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MaHunynauna 6enkamm,
AHK U PHK

[Tporpecc Haykm 3adacTyio TeCHO CBS3aH C pa3BUTHeM Texnosiormii. Hampmmep,
1eJiast 00J1aCTh KJIETOUHOH GUOIOTMN BO3HUKJIA, KOT/IA PEMECTEHHUKN HAYYUJIUCH TILTH-
¢oBarh MajieHbKHe JHWH3Bl HACTOJIBKO BBICOKOKAYECTBEHHO, YTO CTAJ0 BO3MOKHBIM
HAOTIO/IaTh 32 KJIETKAMK 1 X BHYTPEHHeEl CTPYKTypoil. PazBuTue MeTo/10B NIIN(OBKH
JINH3, a He KOHIeNTyaabHble nian ¢puaocodckre ycnexu, no3poman I'yky n JleBenryky
OTKPBITh PaHee HEeBHU/IAHHBIIN KJIETOUYHBIN MUP, T/I€ B MAJEHbKOH Kafljie BOJIbI KOMOIIATCS
Kpomureunbie cozganus (puc. 8.1).

XXI Bek o6emaer GbiTb 0OCOOEHHO YCIENIHBIM JIJisi KJIETOYHOU OUOJIOrUu. AKTHB-
HOe TIpUMEHeHne HOBbIX MeTo/10B aHasm3a Gesnkos, IHK u PHK npusoaur k undop-
MarmoHHOMY B3pbIBy. Ceifqac ydeHble MOTYT HMCCIE0BATh KJIETKH U MaKPOMOJEKYJTbI
panee HeBOOGPa3NMbIMI criocobamMu. HaM 1ocTymHbI ocIe10BaTeTbHOCTH MIJIJTHAPIOB
HYKJIEOTH/IOB, 1, KaK CJIECTBHE, TOJTHbIE MOJIEKYJIAPHbIE CXEMbI COTEH OPTaHU3MOB —
oT MUKpPOOOB ¥ apaGuoncuca /10 4epBeil, MyX, Mblieid, co6aK, MUMIaH3e U JIO/Ie.
A dexTIBHBIE HOBBIE METO/IbI TOMOTAIOT HHTEPIPETHPOBATH 3Ty NH(OPMAIIIO, TTO3BOJISSA
HAM He TOJIbKO COCTABJISITH OTPOMHbIE TIOIPOGHDBIE KATAJIOTH T€HOB 1 GEJTKOB, HO U HAUaTh
HOHUMATh MEXAHU3MBI CTAXKEHHOIH paGoThI 9THX KOMIIOHEHTOB, 06€CIIeYnBaIOIIel CyIite-
cTBOBaHWMe 1 (DyHKIIMOHNPOBAHNE KJIETOK M OPTaHN3MOB. J{o/rocpodHast 11esTb 3aKII09aeTCs
HU MHOTO HU MaJIO B JIOCTVKEHWN MOJTHOTO MOHUMAHUS TOTO, YTO MTPOMCXO/NT B KIETKE
TIPH ee B3aMO/ICHCTBUN C OKPY>KaIoIeH cpesoil 1 coceisiMi. Mbl XOTUM 3HATh, KaKne
paboTaioT reHbl, Kakue TpaHckpuntbl MPHK mpucyTctByioT B KieTke U Kakue Genku

a) 6)

Puc. 8.1. MuKpocKonuyecKas *usHb. Mprmepbl «pasHOOOpPa3HbIX aHUMaNbKYNY, YBUAEHHbIX J/IEBEHTYKOM
NP1 MOMOLLM ero NPocTeMLwero MMKpockona. (a) baktepusa ns 3ybHoro HaneTa. M306parkeHHble Ha puc. (B)
opraHu3mbl JIEBEHTYK OXapaKTepM30Bas Kak «MaBalolime cHayana Bnepes, a notom Hasagy» (1692). (6) dy-
KapuoTuueckan 3eseHasn Bogopocsb Volvox (1700). (C ntobesHoro paspetueHna poHaa John Innes.)
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AKTUBHBI: T/l OHW PACHOJIOXKEHBI, ¢ KAaKUMU JAPYTUMHI MOJIEKYJAMI OHU CBSI3bIBAIOTCS
U K KaKuM MeTa0OJIMYeCKUM IIyTSIM WJIM CETSIM OHU HPUHAJIEKAT. Mbl TakKe XOTUM
3HaTh, KaK KJETKA YCIIEIIHO YIPABJSIETCS C TAKUM OILIEJOMJISIONIe OOJIBIINM KOJIde-
CTBOM TIEPEMEHHBIX U KAaK OHA BbIOMPAET U3 IPAKTUYECKU HEOTPAHMUYEHHOTO KOJIIMYECTBA
BO3MOJKHOCTEH T€, KOTOPbIE MO3BOJISIIOT €l BBIOIHATh Pa3HOOOPasHbie OUONIOrMYeCKUe
3agaun. Takoro posa nHgopMaims No3BOIUT HaM cPOPMYINPOBATh (PyHIaAMEHTATIbHBIE
[IPUHIUIIBI U CO BPEMEHEM TIPE/ICKA3bIBaTh, KaK reHbl n 6eiki (hyHKIMOHUPYIOT, YTOObI
3aJI0KUTDb OCHOBBI JKI3HI.

B mamHoli Ty1aBe MBI OTHIIIEM HEKOTOPbIE TIPUHITNIHATbHBIE METOBI UCCIETOBAHNUS
MOJIEKYJIIPHBIX KOMIIOHEHTOB KJieTKH, a uMenHo 6esikos, JJHK u PHK. Mbi pacemorpum,
KaK BBIIEJIATD U3 TKaHe! KJIETKU Pa3JINIHbIX TUTIOB, KaK X BLIPAIMBATD BHE OPTaHU3MAa
1 KaK pa3pyiiaTb KJAeTKN U MOTyYaTh COCTABISIONINE X OPTaHE/JIbl I MAKPOMOTIEKYJIbI
B YHCTOM BHUe. MBI TakKe PACCKayKeM O HOBEUINX MeTO[aX M3Y4YeHUsS CTPYKTYPHI,
(byukuuit u B3auMojelicTBuit 6eKOB 1 paceMorpuM popbiel B JIHK-texnosoruu,
TIPOIOJ/DKAIOIINE TTEPEBOPAYNBATD HAllle TIOHNMAHNE KJIETOUHBIX (DYHKITHI.

OmmicanHbIe B JAHHOI TJIaBe METO/IbI TO3BOIMIN COBEPIIUTH MHOXKECTBO OTKPBITHIA,
TIPEe/ICTAaBIEHHDbIX B JAHHOW KHWUTE, W B HACTOSIIIEE BPEMS UMU €KeTHEBHO TOJIb3YIOTCS
JIECSITKU TBICSY YUEHDIX.

8.1. BbigeneHue n BbipaljBaHNe KNETOK B KynbType

HecMoTpst Ha TO 4TO OpraHesibl U GOJIBIIIE MOJEKYIbI B KJIETKE MOKHO YBU/IETh
P TIOMOIIN MHKPOCKOIIA, YTOObI TIOHSATh, KaK OHU paboTaioT, HEOOXOANM JIeTaTbHbII
6UOXUMUYECKUil aHAM3. BOBITMHCTBO GHOXUMIYECKUX METO/IOB TpeGyeT (hpu3andecKoro
paspyIennst GOMBINOTO KOJMIECTBA KJIETOK JIJIST TTOJYUEHNST JOCTYIAa K WX KOMITOHEH-
taM. Ecim B KauecTBe po6bl GepeTcst o6pasel] TKaH!, COCTOSIIIII 13 Pa3JINnYHbIX TUIIOB
KJIETOK, HEO/IHOPO/IHbIE KJIETOUHbIE TOMYJISAIUI GY/IyT CMelIanbl Mesk/y co6oit. UTo6bl
MOJIYYUTh KaK MOKHO 6oJibliie nH(MOPMAIMKU O KJETKaX TKaHu, OHOJIOrH pa3paboTain
CTTOCOGBT BBIIEIEHNST KJIETOK U3 TKAHW 1 PA3IETEHNST UX MO TUIAM. DTH MPUEMBI TTO3BO-
JIFIOT TIOJIYYUTh OTHOCUTENBHO OJHOPO/IHBIE TOTYJISIINT KJIETOK, KOTOPbIe MOKHO YiKe
AHATM3UPOBATH JTNOO HATIPSIMYTO, NGO TTOCJIE 3HAYUTETBHOTO YBETMIEHNS UX KOJTIMIECTBA
3a cueT mposmdepanun B KyJIbType.

8.1.1. KneTkm mMmo>XHO BblAeNNTb N3 NHTAKTHbIX TKaHen

MuTakTHbIE TKAHN TIPEACTABISIOT cOO0N Hambojee MPUOIMKEHHbBIN K PeaaTbHOMI
JKUBOM CHCTEME MCTOUHUK MaTepuaja, Tak Kak OHH JAi0T KJIETKH, Ha CAMOM Jiejie TIpH-
CYTCTBYIOITIE B oprafmaMe. [1epBbIii Tar BbIIETEHNST OTACTBHBIX KIETOK — pPa3pyliie-
HUe BHEKJIETOYHOTO MaTPUKCA W MEKKJIETOUHBIX KOHTAKTOB, CBSI3BIBAIONINX KJIETK.
O6pasen TKann 06bIYHO 06PaGaTHIBAIOT TPOTEOMUTHIECKNME (pepMenTamu (Hanpumep,
TPUIICMHOM M KOJLIAreHas3oi), MepeBapuBaiolMMK OeJKI BHEKJETOYHOIO MaTpHKCa,
1 Xe1aT006pasyomuMe areaTaMn (TaKUMI Kak STH/IEHIMaMIHTETPAayKCYCHAsA KMCJIO0Ta,
nm D/ITA), kKotopbie cBsasbiBaoT HoHbI Ca?’, omocpeyionme Me;KKIeTOYHbIe KOHTAK-
TBI. Takas TKaHb 3aTeM MOJKET GBITh paspylieHa TPHU TIOMOIIN MITKOTO MEXaHIIECKOTO
BCTPAXUBAHUA.

B HeKOoTOpBIX MeTo/laX OMOXMMHIYECKOTO aHATIM3a HY)KHBIH GEJIOK MOJKHO B JI0-
CTATOYHOM KOJIMYECTBE TIOJYUNTh (€3 Pa3/ieleHnsT TKAaHW Ha OTAETbHBIE THITbI KJIETOK.
HaHpI/IMep, 9TO CHpaBeAJNBO AJA IPUTOTOBJIECHNA TUCTOHOB U3 TI/IMyca TEeJIAT, aKTUHA
MBITII] KPOJMKA WM TyOyJInHA KOPOBbETO Mo3ra. B Jpyrux ciaydasgx MoJydeHue He-
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COnro ynbTpa3sykoBoro subparopa

KfeTo4Hasa cycneHsunsa

3awTHas cpeda

nasep
5\ LEeTeKTopbl

MareHbKue rpynmbl Kanersb, e
3apsHKEeHHbIX OTpULEATENBHO, _[—
NS BbIABNEHUS OANHOYHbIX

dnyopecumpyroLLmMx KNeTok

curHan
3apsiga Kanernb

MareHbKue rpynmbl kanensb,
3apsKEHHBIX MONOXMTESNBHO,
[nNsi BbISIBNEHNS OQWHOYHbIX
HedbrnyopecLMpyoLLMX KNETOK

konba Ans HEOTKIOHUBLUMXCS Kanenb

Puc. 8.2. KnetouHbliii copTep ¢ Bo36y:kaeHuem dayopecueHumn. M3meHAOT GayopecueHLMIO MpoXoasLLein
yepes Nla3epHbIit Iyy KNeTKU. Kanenbku, coseprkalipme eanHCTBEHHYIO KNETKY, 3apaKatloTca NONOKUTENbHO
W/IM OTPULATENIbHO B 3aBUCMMOCTU OT TOro, 061a,aeT M KNeTKa dayopecLieHLMei. 3aTem OHM B COOTBETCTBUM
C 3apAA0OM HaMNpPaB/IAOTCA 33 CYET INEKTPUYECKOTO NOAsA B MPOBUPKY Ans cbopa 06pasL,oB. OTMETUM, YTO He-
06Xx04MMO Nofo6paTh KOHLIEHTPALMIO KNETOK TaKMM 06pa3om, YTO6bI BONBLIMHCTBO Kanenb He coaepiKano
KNETOK U YXOAM/IO B KOHTEMHEP A1 OTXOL,0B BMECTE C H0ObIMM KNETOUHbIMU arperatamu.

06X0IMMOTO Oesika TPeOyeT ero HAKOIJIeHHs B KJETKaX ONpeeNeHHoro tuma. YrtoGbr
BBIJIEJIUTDH OT/IEIbHBIE THIThI KJIETOK U3 CMENTAHHON CYCIIeH3HMU, TIPUMEHSIOT HECKOJIBKO
nozaxozoB. HauGosiee pacrpocTpaHeHHbiii croco® pasjiesieHis OCHOBAH HA MeYeHun
crienudUIecKX KJIeTOK MPU MOMOIIH (DJIYOPECIIEHTHOTO KPACUTEISI, CBA3AHHOTO C aHTU-
TeJIOM. AHTHUTENO MOJAOHPAIOT TaKMM 00pPa3oM, UTOObI OHO CIIeNn(UIECK CBSI3bIBAIOCH
TOJIBKO C MOBEPXHOCTBIO OJIHOTO THUTA KJIETOK TKAHW. MeueHble KJIETKU 3aTeM MOXKHO
OT/IEJIUTD OT HEMEYEHBIX IIPH MOMOIIH JIEKTPOHHOTO K.IeMOUH020 COPMepd ¢ 6030YKoe-
Huem (ayopecuenyuu. B aToM yIMBITEIBHOM IPHOOPE OT/IeIbHbIE KJIETKH OO [ITHOYKE
IPOXO/AT MUMO JIa3ePHOTO Jiyda, OBICTPO U3MEPSIONIEr0 (HIYOPECIEHITNIO KasK0
KJIeTKU. BUOpaAIMOHHbBII PACIbUINTENb CO3/IA€T KPOIIeYHbIe KalleJbKU, COepsKallue
€/INHCTBEHHYIO KJIETKY WJIH He COJIepsKaline KieTok BoBce. CoepiKaniye KJIeTKy Kariu
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B MOMEHT 06Pa30BaHusT ABTOMATUYECKH TIOJTYYAIOT TIOJIOKUTENBHbBIN UM OTPUIIATEbHBIT
3apsi/l B 3aBUCUMOCTH OT TOTO, 00JIaJIaeT Jin KjieTKa (hJIyopeciieHIInelt; 3aTeM OHI 3a CYeT
CUJIbHOTO 9JIEKTPUYECKOTO T10JI4 HAIIPABJIAIOTCS B COOTBETCTBYIONIMI KOHTeitHep. Penkue
CKOILTEHMSI KJIETOK, KOTOPble OOHAPYKUBAIOTCS 32 CYET TIOBBIIIIEHHOIO CBETOPACCESTHIS UX
MTOBEPXHOCTH, OCTAIOTCST HE3aPSIZKEHHBIMI 1 OTIIPABJISIOTCS B KOHTEHHEP 0TXO0/10B. Takne
pu6OPBI CIOCOOHBI AOQEKTUBHO BBIAETUTD OHY (hryopeciupyonyio kiaetky us 1000
HEMEYEHBIX 1 OTCOPTHPOBATh HECKOJIBKO THICAY KJIETOK 3a cekyHay (puc. 8.2).
HexoTopble kieTKn Tak:ke MOKHO TOIYYUTH TPU TIOMOIIM AaKKYPAaTHOTO TIpe-
MMapupOBaHUS TOHKMX TKAHEBBIX CPE30B, MPUTOTOBJIEHHBIX /IS MHUKPOCKOITHYECKOTO
nccaenosanus (cM. raasa 9). B 0HOM M3 HOAXOM0B HA KyCOYEK TKaHM HAKJIAAbIBAIOT
TOHKYIO ILJIACTUKOBYIO IJIEHKY U 00JIy4aioT HAIPABIEHHBIM UMITYJIbCOM MH(PAKPACHOTO
Jazepa. Taxoif UMIYJIbC PACIIABJISIET MATEHBKIX KPY>KOK TIIEHKH, CBSI3bIBASI PACIOJIO-
JKEeHHbBIE HIDKE KJETKH, KOTOPBIE 3aTeM MOKHO OT/ETUTH IS JAJbHEHIIero aHaansa.
ITOT METOJl, HA3bIBAIOIIMICS JIA3EPHOU 3AX6AMBIBAIOUET MUKPOOUCCEKUUEU, MOKHO
[IPUMEHSITD JIJis BBIJIEJEHUSI U aHAJIN3a KJIETOK U3 PasJMYHbIX 00JacTell OMyX0JiH, 4To
1103BOJIET CPABHUBATD MX CBOMCTBA U MOJIEKYJISIPHBII COCTAB CO CBOMCTBAMU COCEHUX
HOPMAaJIbHBIX KJIETOK. B 110106HOM MeTo/Ie IMITYJIbC Jia3epa HAIPSIMYIO BbIPE3AET IPYIIITY
KJIETOK U KaTalyJbTUPYET UX B COOTBETCTBYIOIIUNA KOHTEHHED J/15 JalbHEHINero aHaamnsa

(puc. 8.3).

rasepHbIi fyy Bbipe3aeT
MHTEepecyoLLyo obnacTb

TOHKUI cpes
TKaHm
PaKOBI:qe\
KNeTku \
. L /\

HopMarbHble BTOPOW NasepHbIn nyy
/ KneTku npuMeHsieTca Ans
«KaTanybTMpOBaHUs»
BblbpaHHo obnacTu
B KOHTEWNHEp

NpeaMeTHOe CTEKITOo

Puc. 8.3. MeTog MMKPOAUCCEKL MU ANA BbiAENEHUA KIETOK U3 TKaHEBbIX CPe30B. J/1a3epHbIi 1y4 MCNO/Ib30BaH
ANA Bblpe3aHNA MHTepecCyroLWero y4acTtka TKaHU U ero BbiTa/IKUBaHUA B KOHTeVIHep. 3T0T noaxoa no3sBosiAeT
BbIAENINTb [aXKe eANHUYHbIE KNETKM U3 06pasua TKaHu.

[Hosyuennast 0ObIM U3 3TUX UM KAKUM-THOO JIPYTUM METOIOM BbIJIEJIEHUS OIHO-
POJIHAS TIOIYJISIIIUST KJIETOK MOKET ObITh HAIIPSIMYIO UCIIOJIb30BAHA JIJ/1s1 GUOXUMUYECKOrO
anammsa. llocme paspyieHns KJIeTOK TIPU TTOMOIIN MEXAaHMYECKOTO BO3AEHCTBU, e-
TEPreHTOB WU JPYTUX MPOLEAYP MOKHO BBIIEIUTD IIUTOILIA3MY I WHANBUTY ATbHbBIE
OpTraHeJIbl, a 3aTeM OYNCTUTH CHeNn(uIecKrue MOJEKYJIbI.

8.1.2. KneTKkn MoXHO BbipaljnBaTtb B KyJibType

MouteKyJIbI MOKHO BBIJIEIATH M3 TIEJbIX TKaHel, HO YacTO 3TO He CaMbIil yI0OHBIH
UCTOYHUK Marepuaja, TpeOyIolinil, HalpuMep, Moe3/[0K Ha GOWHIO ¢ yTpa MOpaHbIIIe.
[Tpo6sema cocrout He TOJBKO B yaob6cTBe. Ha mMCHob3yeMoM B KauecTBE UCTOYHUKA
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OpraHoB CKOTe HEBO3MOKHO IIPOBO/IUTH TeHeTHYeCKue Manuy. . boJee Toro, ciox-
HOCTb MHTAKTHBIX TKAHEH 1 OPTaHOB SIBJISIETCS] HEOTHEMJIEMbBIM HEJIOCTATKOM TIPU OUHCTKE
OT/IEJIBHBIX MOJIEKYJI. BbIpaiiierntbie B KyJbType KJIETKU TPEICTaBJsioT coboil 6osiee
OJTHOPOJIHYTO TIOITYJISIUIO /LISt U3BJIEYEHUST MaTepUalia, K TOMY JKe C HUMU ropas/io y1006-
Hee paGoraTh B JaGoparopuu. B noaxosiumx ycaoBusix B yaiike [lerpu GoJIbITHHCTBO
PACTUTEJIBHBIX U JKUBOTHBIX KJETOK MOJKET PACTH, JEIUThCs U jaxe auddepeHimpo-
BaTbcst. KieTKu MOXKHO HETIPepPbIBHO MCCJIE/IOBATD 110/] MUKPOCKOTIOM WJTA AHAJIU3UPOBATD
ux 6uoxuMuueckuMu Merogamu. Kpome Toro, Ha HUX MOMKHO CUCTEMATUYECKU U3Yy4aTh
BJIUsIHUE JO0ABJAEHUS WK YAaleHus crelnduyecKux MOJIEKYJ, HAalpuMep TOPMOHOB
w aktopoB pocra. Bosiee TOTO, MPHU CMEIIUBAHUU JIBYX THUIIOB KJETOK BO3MOKHO
HCCJIE/IOBATh B3aMMO/IEUCTBUE OJ[HOTO TUMIA C J[PYTUM.

WNuoria sKciiepuMenTb ¢ KyJIbTyPaMi KJIE€TOK HA3bIBAIOT KCIIEPUMEHTAMHE 11 Vit70
(6yKBaIbHO — «B CTEKJIE»), B IIPOTUBOBEC PA0OTE C MHTAKTHBIMU KMBBIMI OPTaHU3MaMHU,
K KOTOPOIl MPUMEHSIOT TepMUH in vivo (OyKBaIbHO — <«B SKMBOM OPraHH3Me»). IJTh
HA3BAHUST MHOT/IA IPUBOJIST K [TyTAHUIIE, TOTOMY YTO 3a4aCTyIO GHOXUMUKU BKJIA/[bIBAIOT
B HUX COBEPIIEHHO JPYroil cMbicy. B 6uoxumudeckoii 1abopatopuu TEPMUH iR Vitr0
OTHOCHTCSI K 9KCIIEPUMEHTAM, [TPOBOJMMbBIM B IIPOOUPKE 6€3 JKUBBIX KJIETOK, TOTIA KaK
1n VIVO OTHOCUTCS K JII0OOI PEAKIH, IIPOTEKAIOIIEN BHYTPU YKUBOI KJIETKHU, JasKe eCJIH
9Ta KJETKA PACTET B KYJbTYPE.

KynbruBupoBanue Traneii Hagamoch B 1907 T. ¢ aKcmepuMedTa, HAMpaBIEHHOTO
Ha paspeleHne cropa Mex;y HellpoO6uoJioraMmu, 4ToObl IIPOBEPUTDH TUIOTE3Y, HOCSIIYIO
Ha3BaHMe «HeHPOHHOI JOKTPUHbBI». Ee CMbICJ 3aK/II04aeTcd B TOM, YTO KasK/10e HepBHOe
BOJIOKHO TIPEJICTABJISIET COOO0I OTPOCTOK €JIMHCTBEHHOM HEPBHOM KJIETKHU, & He Pe3yJIbTaT
CJIUSTHUST HECKOJIbKUX KJIETOK. UTOOBI IPOBEPUTD 9TO YTBEP:K/IEHNE, MAJIEHbKIE KYCOYKI
CIIMHHOTO MO3Ta MOMECTUJIA B CBEPHYBIIYIOCS TKAHEBYIO KUJIKOCTb M [TOCTABUJIN B Te-
ITYIO BAQKHYIO KaMepy. Uepes paBHble HHTEPBAJIbI BPEMEHU TperapaT HaOJII01a1 O/
MUKpocKorioM. [Ipumepro uepes JieHb OT/ieJibHble HEPBHbIE KJETKU HAYAIU BBITYCKAThH
B TPOMOBI JIMHHBIE TOHKHE BooKHA (akconbl). TakuMm o6pasoM, HEipOHHAsE JOKTPUHA
HOJIyYMJIa TUPOKYIO MOIEPIKKY U 3a10KuIa (PYyHJAMEHT [T PEBOIOIMKA B MOJIEKY-
JIIpHOU GHOJIOTHH, TPOU3OIIE/IIIIEl B Pe3yJ/ibraTe Pa3pabOTKu METO/Ia KYJIbTUBUPOBAHKS
KJIETOK.

B arux nepBbIx 9KCIEPUMEHTAX HA HEPBHBIX BOJIOKHAX HCIIOJIb30BAIN MAJEHbKUE
¢gparmenTbl TKaHell, HazbIBaeMble aKcITanTatamMu. Ceityac KyJIbTypbl Yalile BBIPAIUBAIOT
U3 CyCIIEH3UU KJIETOK, BbIIEJIEHHBIX U3 TKAHE! TIPU MOMOIIN OTIUCAHHBIX BbIIIE METO/IOB.
B ornmmune ot 6akrepuii, GOJBITMHCTBO KJIETOK TKAHU HE CIIOCOOHO KUTh B TOJIIIE JKU/I-
KOCTH, JIJisl POCTA U JieJieHus: UM TpebyeTcst TBep/last IOBEPXHOCTb. B ciiyuae KiIeTouHbIX
KYJIbTYP TaKOil TOJJIOKKOHN CIY;KUT TIOBEPXHOCTD TJIACTUKOBOIN KYJIbTYPAJbHOMN Yalllku
[lerpu. OmHako pa3iuYHbIM THIIAM KJIETOK HY)KHBI PA3JUUYHbIE YCJIOBHS, U MHOTHUM
KyeTkaM Jyisi posudepanun win auddepenimanun HeoOX0UMO HAJUUYNE B YallKe
[lerpu BemecTBa, K KOTOPOMY OHU MOTJIM Obl MPUKPENUTHCS, HANPUMEP TOJIUIU3NHA
WM KOMIOHEHTOB BHEKJIETOUHOTO MaTPHUKCA.

KyabTypbl, TIPUTOTOBJIEHHBIE HATIPSIMYIO U3 KJETOK OpPraHn3Ma, Ha3bIBAlOT nep-
suunbIMU Kyavmypamu. Ha HadyasrbHOM aTarne uX MOKHO (DPAKIMOHUPOBATD, TO €CTh
pa3JesiuTb 10 TUIIAM KJETOK, HO TaK JeJaioT He Bcerja. B GoJbIIMHCTBE CIIydaes,
KJIETKU MEPBUYHOI KyJbTYPbl MOKHO U3BJIEKATH M3 KYJbTYPAJIbHONU YAIIKU U TOBTOP-
HO BBIPAIMBATD, MOJYYasi TAaK HA3bIBAEMbIe BTOPUYHbBIE KYJbTYPbl; TAKUM 00pPa3oM,
UX MOKHO MHOTOKPATHO mepeceBath (naccuposamy) B TedeHUE HE/eNb WM MECSIEB.
Takue kaeTku 006J1JAI0T MHOMKECTBOM TIPU3HAKOB, XapaKTEPHbIX [/ UX UCTOYHUKA
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(puc. 8.4): pu6po6IACTBI MPOAOIKAIOT CEKPETUPOBATH KOJLJIATeH; KJIETKH, BbIEJIeHHbIE
13 SMOPUOHATIBHBIX CKEJIETHBIX MBIIII, CJAMBAIOTCSI ¢ 00PA30BAHUEM MbIIIEYHBIX BOJOKOH,
CIIOCOOHBIX K CIIOHTAHHOMY COKPAIIEHHIO B KYJIbTYPAIbHOI YallKe; 13 HEPBHBIX KJETOK
BBIPACTAIOT AKCOHbBI, 00JI/IAIONINE SJIEKTPUIECKON BO36YINMOCTIO U 00pa3yIoliue Cu-
HAIIChI C J[PYTUMU HEPBHBIME KJIETKAMU; SMUTEIUATbHbBIE KJIETKH (DOPMUPYIOT TLIOCKUE
CJIOU, CBOICTBA KOTOPBIX BO MHOTOM COBIIQJIAIOT CO CBOMCTBAMU MHTAKTHOTO SIUTEIUS.
CoxpaneHue TaKoro pojia XapaKTePHbIX YEPT B KYJIbTYPE M03BOJISIET UCCJIEI0BATD KJIETKI
MeTo/[aMi, KOTOPbIE YaCTO HEJOCTYITHBI B CIy4ae MHTAKTHBIX TKAHEH.

B kiieTouHbIX KyJbTYpaxX BBIPAIIMBAIOT HE TOJBKO KUBOTHBIE KJeTKu. Korma
¢parMeHT pacTUTETbHON TKAHW KYJbTUBUPYIOT B CTEPIIBHON Cpejie, cofep Karieil Mu-
HEpaJIbHbIE BENECTBA U COOTBETCTBYIOIINE PErYJISITOPbI POCTA, MHOTHME KJIETKH HAYMHAIOT
HeorpaHuyeHHo 1poJndennpoBarb, 06pasyst GeCIOPSIOUHYI0 MACCY OTHOCUTEIBHO He-
b depeHIMpPoBaHHbIX KIETOK — Ka/at0c. [Ipu ocTopo:KHOM 110100pe MUHEPAIbHBIX
BEIECTB M PEryJISITOPOB POCTa MOKHO BbI3BaTh (DOPMUPOBAHKE B KAJLIIOCE AIMKAJb-
HBIX MEPHCTEM CHauasa moGeros, a 3areM KOpHEll, u BOCCO3/aTh 1ieqoe pacrenne. Kak
U B CJIydyae KMBOTHBIX KJIETOK, KAJLIIOCHDIE KYJIbTYPbl MOKHO MEXaHUYECKH PA3/EIUTh
Ha OT/IeJIbHbIE KJIETKH, KOTOpbIe Oy/IyT PACTH U JIEJUTHCS B CYCIEH3UOHHOU KYJIbTYpe
(cM. puc. 8.4, 2).

8.1.3. dyKapuoTunuyeckme KNeTKu LWMPOKO NCNONb3YIOT B KauecTBe
NCTOYHMKA OJHOPOAHDIX KNETOK

C KJIETOYHBIMU KyJIbTypaMU, MOJyUYeHHBIMHI IyTeM pa3pylleHus TKaHel, CBI3aHa
ojHa pobJIeMa — €O BpeMeHeM KJIETKU YMUPAIOT. BOBITUHCTBO KJIETOK MO3BOHOUHBIX
TIepecTaloT JEJIUThCS Tocje KOHEYHOTO YHc/a JIeleHuil B KyJabType. JTOT TIpoliece Ha-

6) 8)
20 MKM 100 Mkm 50 MKkM

Puc. 8.4. Mukpodotorpadpumn KnetouHbix Kyabtyp. (a) Pnbpobna-
CTbl MbIWK. (6) KypuHble mnobnacTsl, cansatowmecsa ¢ obpasosaHem
MHOroAAepPHbIX MbILLEYHbIX KNETOK. (B) OUMLLEHHbIE HEPBHbIE KNETKM
raHIIMA CETYATKM KpbIcbl. (r) KneTkn Tabaka B kugrom kynstype. (C nto-
6e3Horo paspelueHus Daniel Zicha (a); Rosalind Zalin (6); uspatenscrtea
Elsevier us A. Meyer-Franke et al., Neuron 15: 805-819, 1995 (8) 1 Gethin
Roberts (r).) 50 MKM
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3bIBACTCSL PENIUKAMUCHOIM caperuem Kaemok (ogpoGHO TOT BOMPOC 06CYKIAeTCst
B rmase 17). Hopmasibhbie (puGpo6aacTbl 4esoBeKa, HampuMep, B KyJbType OObIMHO
Jiesisatest ToJbKo 25—40 pa3. B takux KjeTKax OrpaHuueHHasi CloCOGHOCTb K TIPOJIH-
deparu oTpaskaeT MOCTETIEHHOE YKOPOUYEeHNEe TeTOMep — PACIIOJOKEHHBIX Ha KOHI[AX
xpomocoM tnocenoBarenprocreii JJHK ¢ GobimmM KOmM4ecTBOM TOBTOPOB M CIIEIN-
ampHbIMEU Genkamu (eM. raaBy 5). CoMaTmdecKne KJIeTKH 4e0BeKa OTKJIIOUIIN CHHTE3
epmenTa mesiomepaswvt, 3a CHeT KOTOPOI TMOIEPSKUBACTCS TIOCTOSTHHAS JITITHA TeJoMep,
U TI03TOMY TeJIOMEPbI YKOPAUUBAIOTCS ¢ KaKAbIM jienienneM. YenoBedeckue puGpobiia-
CTbI MOJKHO YTOBOPHTD PO e npoBaTh 6ECKOHEUHO, BBE/ISI B HUX I'eH, KOAUPYIONIUi
KaTaJIUTUYECKYIO CYGbeMHUILy TeJIOMepa3bl; B 9TOM CJydae UX MOJKHO Pa3MHOMKATh
B KauecTBe «GECCMEPTHON» KJIETOUHOU JIMHWU.

OlHAaKO HEKOTOpble KJETKM YeJOBEKa HeJb3si 00ECCMEPTUTh TAKUM CIOCOOOM.
HecMmoTpst HA TO YTO WX TEJIOMEPBI OCTAIOTCS JIMHHBIMU, OHU BCE PABHO IPEKPAIAIOT
JIEJTTHCST TIOCTIe OTPAHNYEHHOTO YWCJaa JIeJIeHnl, Tak KaK YCJIOBUS KYJIbTUBUPOBAHIS
B KOHIIE KOHI[OB 3AIlyCKAIOT MEXAHUIM KOHMPOJLHBIX MOYeK KIETOUHOTO IUKIa (CM.
raaBy 17), KOTOPbIil OCTaHABIMBAET KJETOUHbII 1K/, — STOT HPOIECC HHOT/IAa HA3BIBAIOT
KYJIbTYPJIbHBIM MOKOM. UTOGbI 3TU KJIETKU He MPEeKPAIaIU JIETUTbCs, HEAOCTATOUHO
OJTHOTO BBejleHUs1 TeioMepadbl. HeoOXoauMo Takske MHAKTUBUPOBATD MEXAHU3M KOH-
TPOJBHBIX TOYEK. ITO MOSKHO CIeJIaTh MyTeM BBEIEHNUS OMPeIeTeHHBIX CTUMYTHPYIOTITITX
PaK OHKOTEHOB, BBIJIEJEHHDIX, HAIIPUMEP, U3 OIyX0JepPOAHbIX BUpPycoB (cM. raBy 20).
B ornmyie ot KaeTok yesioBeka, GOJIBITMHCTBO KPBICHHBIX KJIETOK HE OTKJIIOYAET CUHTE3
TeJIOMepasbl, U UX TEJIOMEPbI He YKOPAUUBAIOTCS C KayK/IbIM jiesienneM. Takum o6pasoMm,
ecJin yAaJ0ch u36eKaTh KyJIbTYPAJIbHOTO MIOKA, HEKOTOPBIE TUIIBI KJIETOK KPbIC OYIyT
GECKOHEUHO JIEJIUThCS B KyJIbType. Boiiee TOro, B KJ€TKaxX rpbI3yHOB YaCTO TPOUCXO/ISAT
reHeTHYeCKIe M3MeHeHNs, THAKTUBUPYIOITIe MeXaHN3M KOHTPOJIbHBIX TOYEK, UTO TIPU-
BOJIUT K CIIOHTAHHOMY BO3HMKHOBEHUIO OECCMEPTHDBIX KJIETOUHDBIX JIMHUL.

Krerounble THIN TPOIIE BCETO TMOMYYNUTDh U3 PAKOBBIX KJETOK, HO TaKWe KyJIbTy-
PbI, Ha3bIBaeMble MPAHCHOPMUPOSAHHBIMU KIEMOUHIMU JUHUSIMU, OYTYT OTJINYATHCS
OT KyJIbTYD, IPUTOTOBJIEHHBIX 3 HOPMATbHBIX KJIETOK. Hampumep, TpancdopMupoBaH-
HbI€ KJIETOUHbIE JIMHIK YaCTO PACTYT 6e3 IMPUKPEIIEHUsI K TOBEPXHOCTU, U OHU CIIOCO0-
HbI TIPOJINENMPOBATh B KYJIbTYPAJIbHOU YalllKe [IPU 3HAUYNTETHHO GOJIbIIEH TIOTHOCTH
KJIETOK. DKCIePUMEHTATBHO MOYKHO TPUBUTDH CXO/THBIE CBOWCTBA 1 HOPMATbHBIM KJIETKAM
myTeM TparcgOpMAaIi OITyXOJIEePOIHBIM BIPYCOM WM XUMIYECKIM coefnHerneM. [lomy-
YeHHbIe TAKUM 00PA30M KJIETOUHbBIE JINHUU TT0CJIe BBE/IEHNS B BOCIPUUMYKMBOE JKUBOTHOE
CIOCOGHBI BBIZBATH POCT OIyxoJeil (XoTs 06bIYHO Ha 9TO CHOCOGHA TOJABKO HeGOIbIIAsA
cyOnoIyIAmus, a IMEHHO PAKOBbIE CTBOJIOBBIE KJIETKH — CM. TuaBy 20).

Kax tpanchopmupoBaHHble, Tak U HETPAHCHOPMUPOBAHHBIE KJIETOUHBIE JITHUN
OYeHb TIOJIE3HbI JIJI1 UCCAEAOBAHMS KJIETOK B KauyecTBe MCTOYHUKOB GOJIBILIOrO YHC/IA
OTHOPOJIHBIX TIO TUTTY U CBOMCTBaM KJIE€TOK. Bojee TOro, X MOXHO XPAaHUTD B JKUIKOM
agote pu —196 °C mpakTHuecKn HeOrpaHMIEHHOe BPEMs, U TOCJe Pa3MOPO3KHI OHU CO-
XPAHSIOT CBOIO KU3HECTIOCOOHOCTH. OIHAKO BaXKHO IOMHUTD, YTO KJIETKH B 000UX TUIIAX
KJIETOYHBIX JIMHWI TIOUTH BCETJa MPUHIUITHATHHO OTJINYAIOTCS OT CBOMX IIPApOAnTesieit
B TKAHSX, U3 KOTOPBIX OHU ObLIM BbI/IEJICHDI.

HexoTopble 13 MUPOKO MCIIOAb3YEMbIX KJIETOUYHBIX JIMHHUN EPEYNCICHbI B Ta0Im-
e 8.1. Pasubie sinanu 06Ja1a10T PA3HbIMU JJOCTOUHCTBAMM; HAIIPUMED, SIUTETHATbHBIE
kjerku juHun PtK, nosyyeHHble 13 KeHIypPOBOM KPbICHI, B OTJIMYUE OT KJIETOK MHOTUX
JIPYTUX JITHWI, KOTOpble OKPYTJITIOTCS BO BPEMs MUTO34a, BCET/Ia OCTAIOTCS TLIIOCKUMI,
YTO TIO3BOJISIET JIETKO HAGIONATh MUTOTUYECKUI anapar B JelCTBUN.
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Tabnuua 8.1. HekoTopble YacTo UCMO/Ib3yeMble KEeTOUYHbIEe IMHUU

3T3 ®rbpobnacT (MblLLb)

BHK21 DOrbpP0o6aACT (CUPUIACKMI XOMAYOK)

MDCK SnuTennanbHas Knetka (cobaka)

Hela SnutenunanbHas KneTka (YenoBek)

PtK1 SnutenuanbHas KneTka (KeHrypoBas Kpbica)

L6 Mwuob6nacT (Kpbica)

PC12 XpomMadprHHas KneTka (Kpbica)

SP2 [Tna3maTnyeckana KneTka (MblLLib)

(@0 Mouka (o6e3bsaHa)

293 lMouka (YenoBek); TpPaHcOPMMPOBaHa aiEHOBMPYCOM

CHO ANYHKIK (KUTANCKNIA XOMSIYOK)

DT40 Knetka numdombl ansa 3GpdeKTrBHON HanpaBieHHOM pekoMOUHaLMn
(Kypvua)

R1 DMbpUOHanbHas CTBOSIOBAs KeTka (Mblllb)

E14.1 OMbpUOHanbHas CTBOSIOBas KeTka (Mblllb)

H1,H9 OM6proHanbHas CTBOJIOBasA KNeTKa (YesioBek)

S2 MakpodaronopobHas knetka (Drosophila)

BY2 HepnddepeHumpoBaHHasa kneTka MepricTeMbl (Tabak)

*MHorne mu3 3THX KJIETOK 110JIy4€HbI 13 OHyXOHBﬁ. Bce onn criocoGHbI K GECKOHEYHOIT pervimKalimnmn
B KyJIbType 1 06JIa,’laIOT, 1o KpaﬁHeﬁ Mepe, HEKOTOPbIMU U3 XapaKTEePHbIX CBOIICTB KJIETOK, OT KOTOPbIX OHMN
IIPOUIONIJIN.

8.1.4. DM6proOHanbHble CTBOJNIOBbIE K/IeTKMN CNOCO6GHDbI COBEPLUNTD
nepeBOpPOT B MeAuLIHe

Cpenu nanbosiee TePCIIEKTUBHBIX C MEIUIIUTHCKONW TOYKHM 3PEHUS KJIETOYHBIX JIU-
HUI BBIIEJISIOT SMOpHOHAIbHBIE cTBOJIOBbIE (DC) KJeTKH. ITH yAMBUTEIbHbIE KJIETKH,
BIIEPBBIE TIOJTyYEeHHbIE M3 BHYTPEHHEH KJETOYHOI MaccChl HaXOSANIETOCd Ha paHHEel
CTQJMM Pa3BUTHSA MBIIIUHOTO AMOPUOHA, MOTYT MPOJMQeNnpoBaTh B KyJbType Gec-
KOHEYHO U TIPH 3TOM COXPAHATb HEOTPAHWYEHHDBIH MOTEHINAT PA3BUTHA. Ecim KJIeTKu
13 KyJbTyPJILHOH YalllKy TIOMECTUTh O6PAaTHO B CPE/ly, COOTBETCTBYIOIIYIO PaHHEMY
aTary pas3BuUTHS 3MOPHOHA, M3 HUX MOTYT Pa3BUTbCA KJIETKH BCEX MPUCYTCTBYIOMINX
B OpPraHusMe TUIIOB, BKJo4as mojosbie (puc. 8.5). VIX NOTOMKE B 9MOPHOHE HAeaIbHO
BJKMBAIOTCSI B JTI0O0OE MECTO, B KOTOPOM OHU OKAa3aJHCh, TPOSIBJISAS BCE CBOWCTBA HOP-
MaJIbHBIX KJIETOK 9TOM TKAHMU.

Kuerku co cxomubMu ¢ MbiuHbIMI DC KJIETKAMU CBOMCTBAMHU TeTiepb MOKHO BbI-
JIEJTUTH U3 YeJIOBEYECKITX SMOPUOHOB, CO3/IaBas TIOTEHITHATBHO HENCUePIIaeMbIil UCTOYHUK
KJIETOK JIJIST 3aMelTleHUsT UJIM BOCCTAHOBJIEHUST TIOBPEKIEHHOI 3PeJoil TKAaH! YeToBeKa.
IKCIIEPUMEHTBI Ha MBIITaX MOKa3an, 4yTo B OyayiieM DC KIEeTKH MOKHO MCTIOJb30BaTh
JUIST CO3IAHS CITeINATM3NPOBAHHBIX KJIETOK I Tepanuu. Hampumep, a1 3aMeleHs
BOJIOKOH CKEJIETHBIX MBI, JEereHePUPOBAHHDBIX Y GOJBHBIX MBINIEYHON ArCTpodueii,
HEPBHBIX KJIETOK, OTMUPAIONTHX Y 3kepTB Goste3nn [lapkrHcona, HHCYIMH-CEKPETUPYIONTIX
KJIETOK, KOTOPbIe pa3pymialoTcs npu auadere [-To Tnma, u KJIETOK CEepJeYHO MBIIIIIBI,
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noruGaIoIuX BO BPEMsI CEPIEUHOro mpuctyma. Mosker ObITb OIHAXK/IbI ITyTEM PEKaIli-
TYJISIUE SMOPUOHATBHOTO PA3BUTHsI CTAHET BO3MOMKHBIM BbIpariuBath U3 JC KJIETOK
1ieJibie Opratbl. Ba)KHO OMHUTD, YTO BO B3POCJIbie 0COOU HEJIb3sl TpaHCIIaHTUPoBaTh JC
KJIETKU caMu 110 ce0e, TaK KaK OHU CIIOCOOHBI IPUBOIUTH K BO3HUKHOBEHUIO OITYXOJI€H,
Ha3bIBAEMBIX TePATOMAaMU.

C ucmosb3oBanneM JC KIETOK /i BOCCTAHOBIEHNS TKaHeW CBSI3aHA U JIPYTast ce-
pbesnas 1npobema. Ecii TpanciianTUPOBAHHBIE KJIETKU TEHETUYECKU OTJIMYHBI OT KJIETOK
MaIMenTa, B KOTOPOTO OHU BBOJATCS, MMMYHHAST CUCTEMA PEIUTIIEHTa OTTOPTHET U Pas-
pyumT 3tu Kierku. Koneuno, 3Toii mpobjeMbl MOKHO u30€KaTh, €CJIU IPUMeHsIEMbIe
JUUISL TEPAINY KJIeTKU GepyTcst U3 opranuaMa camMoro naruenra. B riase 23 o6cyskaaercst
3TOT BOIIPOC; BO MHOTUX TKAHIX B3POCJIOTO OPTAaHM3Ma COJEPKATCS CTBOJIOBBIE KJIETKH,
¢yHKIMEH KOTOPBIX SIBJSETCS HEMPEPbIBHOE TTOTOIHEHNE TyJIa KJIeTOK OJHOTO WU He-
CKOJIbKMX THUIIOB. 3HAYUTEBHOE KOJMYECTBO UCCIEN0BAHIIT B 00JIACTU CTBOJIOBBIX KJie-
TOK MOCBSIIEHO UMEHHO CIOCO6aM YIIPABJEHUS TOBEJIEHUEM 3TUX B3POCJbIX CTBOJIOBBIX
KJIETOK [I7IT BOCCTAHOBJIEHUS TKAHEH.

Texnonorug IC KIETOK, O KpailHell Mepe B TEOPUH, TaK:Ke Mpe/IaraeT pelreHne
npo6sieMbl OTTOPKEHUS UMMYHHOI CHCTEMOI UyKepOJHbBIX TKaHeil. JTOMY MOIXO/Y,
U3BECTHOMY KaK <«TepareBTIYecKoe KJIOHNPOBAHUEY, TIOCBAIIEH CAEAYIONINN Pas/et.

agunoumnt
KINeTK BHYTPEHHeN
KMNeTo4HO Macchbl —
HenpoH
N e
KynbTUBMpYEMble makpodar
paHHWI 3apoablLu 9C knetkn
(6nacTouucra) S

rmagkum MmouunT

> — > —»

rmuarnbHble
KINEeTKn

Puc. 8.5. Im6puoHanbHble cTBosoBble (IC) KNeTKU, BbiAeNeHHbIe U3 3apoablLua. M3 3TUX KyNbTUBUPOBAHHbIX
KNIETOK CMOCOBHbI Pa3BUTLCS BCE TUMbI MPUCYTCTBYHOLMX B OpraHn3me KAeToK. IC KNeTKM BbIAENAIOT U3 BHY-
TPEHHEW KNETOYHOM Maccbl 3SMOPMOHA Ha paHHEW CTaaum pasBuTUa. VX MoXKHO beckoHeYHOoe Bpems noanep-
KMBATb B KynbType B GOpPMe CTBONIOBbIX KNETOK (CM. raBy 23). ECin ux NomecTuTb 06paTHO B 3MBPUOH, OHU
WHTErpmpytoTca B Hero u auddepeHLMpyoTca B COOTBETCTBMU CO CBOUM OKPYXKeHMeM. KNeTKku TakKe MOXKHO
[EpKaTb B Ky/IbType B KayecTBe HeCCMePTHOM KETOYHOW IMHWUK; 3aTeMm, YTODbl OHU AnddepeHLMpoBannCb
B ONpeAeneHHbI TUM KAETOK, X MOXKHO 06paboTaTb pas/iMyHbIMM rOPMOHaMKU UK dakTopamu pocta. (Co-
rnacHo E.Fuchs and J. A.Segré, Cell 100: 143-155, 2000. C nto6e3Horo paspelueHns usaatenscrsa Elsevier.)
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8.1.5. Tpchnnal-lTame Apep coMmaTnyecCKnx KneTokK cnoco6Ha npuBecTn
K CO34aHMNIO NepPCOHaJIbHbIX CTBOJIOBbIX K/1ETOK

TepMuH «KJIOHUPOBaHKES UCIIOIB3YIOT B KAUECTBE KOPOTKOTO 0603HAUEH ST HECKOJIb-
KUX JIOBOJIBHO PA3JIMYHbIX TUTIOB TIPotie/lyp. Heo6XoamMo moHuMaTh 9TH pasindusi, 0COOeH-
HO B CBSI3U € OOIIECTBEHHOI JTUCKYCCUell 06 9THKe MCCIeI0BAHNST CTBOJIOBBIX KJIETOK.

B 6uosorun 104 — 310 BCETo JHIIb HAGOP TEHETUUECKU UIEHTHIHBIX JPYT JPYTY
0co6eii, TTPON3OITIEINNX U3 OJIHOTO TIpe/iiecTBeHHNKA. CaMbIM TIPOCTBIM THUIIOM KJIOHHU-
POBaHUS SBJISETCS KJIOHUPOBaHUe KIeTOK. TakuM 06pa3oM, MOKHO BBIJIENUTD U3 KOXKH
OJTHY 3MUJIEPMAJIBHYIO CTBOJIOBYIO KJIETKY, MO3BOJIUTD €if PACTH U JIEJIUTHCS B KYJIbTYPe
1 B pe3yJibTare MoyuuTh GOJBIION KJIOH TeHETHYECKH HIEHTUYHbIX TUIEPMATIBHBIX KJle-
TOK. VX MOKHO 3aTeM UCHOIb30BATh, HAPUMED, JIJIST BOCCTAHOBJIEHHS KOSKHOTO TOKPOBA
MAIMEHTOB C TSDKENBIME 0XKoraMu. Takoro pojia KJIOHUPOBAHUE SIBJISIETCSI HE YeM HHBIM,
KaK UCKYCCTBEHHBIM YCHUJIEHHEM TIPOIECCOB KJIETOUHOI TPosmdepanny 1 3a:KUBJIeHNs,
MIPOUCXO/ISANINX B YEJIOBEYECKOM TeJle B HOPMATBHBIX YCJIOBHSIX.

KionnpoBaHue 11e/1bIX MHOTOKJIETOYHBIX OPTaHU3MOB — Penpo0yKmueHoe KA0HU-
posanue — 3TO COBEPIIEHHO JIPYTOil Iporiecc. 37ech 3a/1eliCTBOBAHBI MEXAHI3MbI, Pa-
JIMKAJIBHO OTJIUYAIONINECST OT €CTECTBEHHBIX MPUPOHBIX MPOIeccoB. OGBIMHO Y KasK/0TO
JKUBOTHOTO €CTb MaTh U OTeI, U OHO TeHeTHYeCKN OTINYaeTcst OT HuX. [1pu penpogykTus-
HOM KJIOHUPOBAHUY OTNAAAET HEOOXOIUMOCTD HATIMYUS [IBYX POJIUTENEN U CEKCYATbHOTO
COI03a /IS 3aPOXK/ICHNS SKU3HU. B cilydyae MJIEKOIHUTAIONNX BBIIAIONINECS Pe3yIbTaThl
JIOCTUTHYTBI HA OBI[AX ¥ HEKOTOPBIX J[PYTHX JOMAIIHIX KUBOTHBIX ITPU OMOIIN MPAHC-
naanmayuu soep comamuueckux Kaemox. IIporeaypa HAYMHAETCS ¢ HEOIIO[OTBOPEHHOI
siiteieTku. 3 aToil TarioniHoi KJIeTKH BBICACHIBAIOT SIZIPO U 3AMEHSIOT €ro s/[POM
O6BIYHOIT TUTIJION/THOW COMATHIECKON KJIeTKHU. [IMIITOnHYI10 JOHOPCKYIO KJIETKY OOBIYHO
U3BJIEKAIOT U3 TKAHU B3pOCJIOi ocobu. [m6puiHas KiaeTka, cocTosmast 13 IUIIONHOTO
JIOHOPCKOTO sI/Ipa U TUTOILIA3MBbI SHIEKTeTKI-PEIUITNEHTa, HEKOTOPOe BPEMs Pa3BU-
BaeTcsl B KyJbType. B HEGOJBIIOM KOJMYECTBE CIyYaeB MPOUCXOAUT (HhOPMUPOBAHUE
HSMOPHOHaA, KOTOPBIil 3aTeM TOMEIIAloT B MaTKy cypporatHoii Marepu (puc. 8.6). Ecim
IKCIIEPUMEHTATOPY MOBE3ET, PA3BUTHE 3aPO/IbIIIA TIOW/IET HOPMATBHO U B KOHIIE KOHIIOB
pozauTtcst HoBoe KUBOTHOe. [Toyuennas TakiuM 06pazoM, Ipu MOMOIIH PENPOLyKTUBHOTO
KJIOHUPOBaHUs, 0cOOb Gy/IeT TEHETHUECKU WIEHTUYHA B3POCJION 0COOH, CIY KUBIIEI /10-
HOPOM JIMILTIONTHON KJieTKr (32 MCKJIFoUeHeM HeOOJIbIIOr0 KOJIMYECTBA 3aKII0YeHHOIM
B MUTOXOHIPUSIX TE€HETUYECKOI MH(OPMAIUU, KOTOPAs HACTEMLYeTCsS UCKIIOUUTETHHO
U3 TUTOIIA3MBI SHIIEKJIETKH ).

TepaneBrruueckoe KJIOHUPOBAHKE 3HAUYUTENHHO OTJIMYAETCS OT PENpPO/yKTUBHOTO.
B sToM citydae METO/1 TPAHCTIIAHTAIUY SI/IEp COMATIHYECKUX KJIETOK TIPUMEHSIIOT [IJIsT CO3/1a-
Hust iepcoHaibHbIX DC kaetok (em. puc. 8.6). 3xech sMOPHOH Ha OYEHb PaHHEH CTann
pasButus, cocrosiiuit u3 npuMepHo 200 KJIETOK, He TIEPEHOCUTCST B MATKy CYyPPOraTHOI
Marepu. BMecTo 3TOro ero XpaHaT B KyJbTYPe U UCHOJB3YIOT B KAYeCTBE MCTOYHUKA
IC KJIETOK ¢ 1ebio UX Au(dOEPEHITMPOBKU B PA3INYHBIE TUIIBI KJIETOK, KOTOPbIE MOJK-
HO Gy/IeT IPUMEHSATD /IS BOCCTAHOBJIeHNS TKaHell. [loyueHHble TaKUM TTyTeM KJIeTKH
reHeTHYeCKN MPAKTHYECKN UJAEHTUYHBI JIOHOPY MCXOJHOTO S/[Pa, MOITOMY HUX MOKHO
TPAHCILTAHTUPOBATH 0OPATHO B JIOHOPA (€3 PUCKA UMMYHOJOTMYECKOI PEAKITHH.

TpancrutanTaiys sjiep COMaTHIecKuX KJIETOK MOTEHIMATBHO UMEET ellle OJ[HO J0-
CTOMHCTBO — OHA MOJKET TIO3BOJIUTH U3Y4aTh HACTEJCTBEHHbIE 3200I€BAHUST YEOBEKA.
IC KJIeTKH, TOJYUUBIINE COMATUYECKOE SJIPO OT 0COOU C HACJEICTBEHHBIM 3a00/€Ba-
HUEM, MOTYT MO3BOJIUTh HAIPSIMYIO UCCJIEIOBATh PAa3BUTHE 3a00JI€BAHUST TI0 Mepe (-
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(epeHIMpOBKN X B Pa3JMYHbIE TUTBI KIETOK. «bonesnecnermbudeckne» IC KaeTKH
u ux auddepeHImpoBaHHbIX TOTOMKOB TAaK:Ke MOKHO HCIIOJb30BATh JIJIsi Pa3paboTKu
U TeCTUPOBAHUS HOBBIX JIEKAPCTB. JTU MOIXOBI IO CUX TTOP HAXOAATCA HA HAYATbHBIX
JTarax, U BO MHOTUX CTPAHAX OIpe/eJeHHbIe aCIeKThl UCCJAEOBAHUIT 3alPEIIeHbl 3a-
KoHOM. OcTaercs HesICHBIM, BO3MOKHO JIM CO3/1aBaTh desoBedeckre DC KJIETKU TP T0-
MOIIU TPAHCILIAHTAIMU SIJIEP, U CIIOCOOHDI JIU OHU B TIOJIHOW Mepe ONPAaBAATh HAJIEK/IbI,
BO3JlaraeMble Ha HUX YIEHBIMIU.

8.1.6. KnetouHble nuHuN rubpmnagomobi Kak ¢pabpuKkn no NnponsBoACTBY
MOHOKJIOHAJ/IbHbIX aHTUTEN

AHTUTE]a — OYEeHDb TOJIE3HBII WHCTPYMEHT KJIeTOoYHOl Guosiormu. VX BBICOKAS
CTeIrUIHOCTD TI03BOJIAET BU3YATN3MPOBATh PACTIONOKEHIE HECKOJIbKNX KOHKPETHBIX
6€eJTKOB M3 MHOTUX TBICSY, CUHTE3UPYEMbIX KJIETKON. AHTHTEIA YaCTO MOTydYatoT TyTeM
MIPUBUBKN SKNBOTHBIM HHTEPECYIONIET0 6esTKa 1 TOCJIe/YIONIETO BbI/IEICHNS 13 CBIBOPOTKI
KPOBH crielnpmIHbIX K aToMy Oenky antuten. OpHAKO B pe3yJbTare TOJIydaeTcs: He-
OJTHOPOJIHASA CMeCh aHTUTEJ, PACTIO3HAIONINX Pa3Hble AaHTUTEHHbBIE CAThl MAKPOMOJIEKY-
Jpl. Bosee Toro, ofHO IPUBUTOE JKMBOTHOE MOYKET JIaTh OTPAaHMYEHHOE YNCJIO aHTUTE,
a 'y pasHbIx ocolOeil antutena OyayT orimdarbes. K tomy ske crieruduanbie K HY>KHOMY
AHTUTEHY aHTUTEJIa COCTABJAIOT JIMIIb HEKOTOPYIO YacTh BCEX AHTUTET B CHIBOPOTKE
KPOBH. AJIbTEPHATUBHBIM TTO/IX0O/IOM, TIO3BOJIAIONIAM TTOJYYUTh HEOTPAHIMYEHHOE YHCIIO
UJIEHTHYHBIX JIPYT JIPYTY aHTHTEJ] W 3HAYUTETHbHO YBEIMYUTH CHeNndUIHOCTD U MPU-
MEHUMOCTb OCHOBAHHBIX Ha aHTHUTEJIAX METO/IOB, ABJISAETCS CHHTE3 aHTHUTEJT KJIeTOYHBIMI
JIMHUSIMHA THOPUIOMBI.

JTa TeEXHOIOTH, pa3pabotanuasd B 1975 T., coBepInmia IepeBOPOT B CHHTE3€ AHTUTEN
KaK i Hy»K/l KI€TOYHOH OMOJIOTHN, TaK W [T ANATHOCTUKN U JIE9eHNS HEKOTOPBIX 3a-
6oJIeBaHNIA, HAIIPUMeED, PEBMATUUECKOT0 apTpuTa n paka. [Iporeaypa ocHoBaHa Ha MeTo/ie
MOJIyYeHNUs KJIEeTOUHBIX ruGpuaoB (puc. 8.7) u BKoyaer B ceOsi BbIPAIIMBAHUE KJIETOY-

PEMPOOYKTUBHOE
KNOHNPOBAHWE

TeneHoK

3MOpPUOH NepeHocsAT

KNeTKun 3penom B OpraHnsm
TKaHu, cogepxative npyeMHon matepun
KMOHUPYEMbIVi FeHOM
—_— —_—
MenoTU4eckoe CIMUSHUE KNEeTKN paHHero
BEpETEeHO KIETOK UM 3apogbllla nepeHocaTcs
KNETOYHOE -
. e?/ BBENEHME NENEHVIE paHHWI Ha KynbTypanbHyo YaLuky
e A0PA 3apopapbliiu
OC kneTku
HEeOoNnoAOTBOPEHHas yaaneHue agpa
anuekneTka 13 ANLEKNETKN
OT 3pernon camkn
TEPAMEBTUYECKOE
KINOHNPOBAHUE

Puc. 8.6. Penpo,quTMBHoe U TepaneBTUYeCckoe KJ10HUpoBaHue. KneTtkun B3POC/I0ro opraHnM3ma MOXXHO UC-
NoNb30BaTb 414 PENPOLAYKTUBHOIO KNOHUPOBAHUA NN CO34aHNA NEPCOHA/IbHbIX SCKneTok (TaK Ha3blBaemoro
TepanesTU4eCKoro KﬂOHMpOBaHMﬂ).
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HOU JINHUU U3 €/IMHCTBEHHOTO CEKPeTHpYyIollero anturesia B-mumdorura /st noydemst
GOJIBIIIOrO KOJIMYECTBA OJIHOPOJIHBIX aHTUTEN. B-uMdoiuTbl B HOpME JKUBYT B KYJIbTYPE
orpaHuyeHHoe BPeMsi, HO OT/IeJIbHbIE CHHTe3Upyioliue anturena B-mumboruros u3 nm-
MYHU3UPOBAHHBIX MBIIIEN UK KPBIC IPY CAUSHUM C KJIETKAMU U3 TPAHC(HOPMUPOBAHHOMN
KJIeTOuHON JuHun B-mumdornutoB MoryT garh ru6pujibl, CHOCOOHbIE CHHTE3UPOBATH
OIPE/IEIEHHOE aHTUTEJIO ¥ HEOIPAHIIEHHO PA3sMHOKAThCS B Ky IbType. Takue raGpuaoMbl
BBIPANUBAIOT KaK OT/EIbHbIE KJICTOUHBIE JIMHIN, KayK/1asI 13 KOTOPBIX SIBJISETCS MOCTOSTH-
HBIM MCTOYHHKOM €MHCTBEHHOTO THIIA MOHOKJIOHAJbHBIX anTuTe (puc. 8.8). Kaxaprii
WX THUM PACIO3HAET eJMHCTBEHHBIN THUIl AHTUTEHHOTO CaiiTa, HAIpUMep, KOHKPETHbIN
KJIacTep M3 IISTH WU IIeCTH GOKOBBIX IeTIell aMIHOKHICIOTHBIX OCTATKOB Ha TIOBEPXHOCTH
6esika. 3a cUeT OJIHOPOHON CrelnUIHOCTA MOHOKIOHAIbHBIE AHTHUTEJIA B GOJIBITMHCTBE
ciTy4yaeB Topaszio yaoOHee, yeM 0ObIMHAs MIMMYHHAs ChIBOPOTKA.

BaskHoe mocTomHCTBO MeTojia THOPUAOM COCTOUT B TOM, YTO MOKHO CHHTE3MPO-
BaTh MOHOKJIOHA/IbHbIE AaHTUTEJIA TIPOTUB MOJIEKYJI, COCTABJISIIONIUX JIUIITb MAJIYIO YacTh
CJIO3KHOIT cMecH. B 0ObIYHON MMMYHHOI CHIBOPOTKE, CO3/IAHHOI JIJIsl TAKOI CMeCH, J0Jist
MOJIEKYJI aHTHUTEN, PACIIO3HAIONMX COAEPIKAIIMICS B MAaJOM KOJUYECTBE KOMIIOHEHT,
Oy/leT HeJJOCTaTOUHON [Ijisi TOro, 4ToObI IPUHECH XOTh KaKyio-HuOyab 1mosib3y. Ho econ
u3 B-ymmM@oiuToB, cMHTE3UPYIONUX PA3JIHYHbIE KOMIOHEHTbl UMMYHHOU CbIBOPOTKH,
MOJIyYUTb TUOPHIOMBI, TO U3 OOJIBIIOrO KOJMYECTBA TMOPUIOMHBIX KJIOHOB MOKHO
otoOparh TOT, KOTOPbI Gy/leT MPOu3BOAUTH TpeOyeMoe MOHOKJOHAIbHOE AHTHTENO,
U BBIPAIUBATh 3Ty JMHUIO JIISI CUHTE3a AHTUTEA B HEOTPAHUYEHHDBIX KOJUYECTBAX.
Takum o6pasoM, mis m060ro Geska B OMOJOTHYECKON CMECH MOKHO CHHTE3HMPOBATh
MOHOKJIOHAJIbHOE aHTUTEI0. Kak TOJbKO aHTUTEIO TOTOBO, €0 MOYKHO KCIIOJIb30BATh
JUTSL JIOKAIM3aIuu, HAGJIO/IEHUsT 32 JIBUXKEHUEM U U3yYeHUsI CTPYKTYPbI U (DyHKIUN
OeJIKa B KJIETKaX U TKAHAX.

TPU KIOHa rMBPMAHBIX KMEToK
CYCIMEH3/IO ABYX TUIMOB KNETOK
LUEHTPUOYTUPYIOT N NOBABIAIOT

ATEHT, CMIOCOBCTBYHOLMIA UX CIINAHMIO B CENEKTVIBHOW
CPE[E MPOSIMOEPUPYIOT

CINVSIHUE KNETOK TONbKO MEETEPOKAPWOHI,
1 OBPASOBAHVE OAIOLLVE HAYATIO
FETEPOKAPVOHOB, MMBPUOHBIM
MOOOEPXXNBAEMBIX KNETKAMU,
3ATEM KOTOPbIE 3ATEM
B KYJILTYPE KIMOHUPYIOT

N\ \

AndpepeHuMpoBaHHan pakosas Kretka reTepokapmoH rbpuaHas Knetka
HopMaribHas KneTka MbILLV

Puc. 8.7. NMonyuyeHune KNETOUHbIX rM6pUA0B. MOKHO NPOBECTU CAWUAHUE ABYX KNETOK U MONYYUTb reTepo-
KapuMOH — OAHY KNEeTKy C ABymsa aapamu. OBbIYHO CyCneH3uio KneTok o6pabaTtbiBatoT onpeseneHHbIMM
WMHAKTMBMPOBAHHbIMW BUPYCAMM UM NONUITUNEHIIMKONEM, KOTOPbIE CMOCOBCTBYIOT CIMAHMIO KNETOK NyTeM
N3MEHEHWSA CTPYKTYPbI UX N1a3MaTUYecKo MembpaHbl. B KOHLE KOHLOB, reTepOKapuoH NpeTepresaeT MUTO3,
1 nonyyaetcs rMbpuaHasn K1eTka, B KOTOPOI 060/104KM ABYX A4EP Pa3pyLIAOTCS, 3 XPOMOCOMbI 06beanHA0TCA
B O4HOM 60/blOM Agpe. Takne rmbpuaHble KNEeTKM Aat0T Hauyano 6eccMepTHbIM TMBPUAHBIM KAETOUHbIM
JIMHMAM. ECNM 0fiHa M3 POAUTENBCKMUX KNETOK MPOU30LLAA U3 OMYXONEBOW KNETOYHOW IMHWUK, TO TMBPUAHYHO
KNETKY Ha3bIBalOT rMbpUa0oMON.
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MblLlUb, UMMYHU3UPOBaHHAs  MyTaHTHas KNeToYHasi INHUS,
aHTureHom X noryyYeHHas 13 onyxonu
B-numdountos

/\
)

KneTka npozyuupyeT o, %
aHTU-X-aHTUTEna %% 0%
_° ®
B-numdoumThl (NorvbHyT nocne (B HOpMarbHoM cpefe KNeTku MoryT

HECKOIbKMX AHEN POCTa B KynbType) —pacTu HEOMpeaereHHo A0Nro,

\2rm6am B CEMNeKTUBHOW cpeae)

CJ'IVIFIHVIE

nony4vmBLUMECA KNEeTKN FI/I6pVIL]OM KyJ'IbTVIBI/IpyIOT B MfiaHWweTax CoO MHOXeCTBOM JTyHOK

Ha CenekTUBHOWM cpede NponMepupyoT ToNbKO Mepuaombl

l l CeKpeTvpyemMble
aHTu-X-aHTuTena

NpoBepsOT Haf0CaA0uHYI0 pakUMIo Ha HanMune
aHTW-X-aHTUTEN, 3aTeM KynbTUBUPYIOT KIETKM
13 NYHKW C NOSIOXUTENBHON peakumen (~1 Knetka Ha fyHKy)

BEEREERERERERRERE

|Q ofle ol® |0 o

pa3MHOXXeHWe KIeToK 1 npoBepka
Hagocago4HoOM hpakumm
Ha Hanuune aHTU-X-aHTuTen

®
o

KMOHbI, JAOLLME MOMOXUTENbBHYHO
peakuuto, SBMSITCSA NOCTOSAHHBIMU 00
WUCTOYHUKaMW aHTU-X-aHTuTen o%00

Puc. 8.8. NpurotoBneHne rubpuaom, CEKPETUPYIOLLMUX MOHOK/IOHA/IbHbIE aHTUTENA NPOTUB KOHKPETHOrO
aHTUreHa. 34ecb MHTEPECYIOLWMI aHTUreH 0603HauYeH Kak «aHTureH X». CenlekTBHan cpesa, Mcnosibsyemas
roc/e sTana CANAHNUA KNETOK, COAEPHKUT UHIMBUTOP (aMUHONTEPMH), 6IOKMPYIOLLMIA HOPMasIbHbIE BUOCUHTETU-
yeckue Nyt 06pa3oBaHMA HYKAEOTUAOB. TaKMM 06Pa3OM, KIETKaM NPUXOAMTCA MCMO/b30BaTb a/IbTEPHATUBHbIN
MyTb CUHTE3a HYK/IEMHOBbIX KMC/IOT. ITOT NyTb Y MYTAHTHbIX KETOUHbIX JIMHWIA, BbIPALLEHHbIX U3 OMYyXO/EBbIX
B-nMmdounTOoB, HapyLLEeH, KOrAa Kak Y HOPMasibHbIX KNETOK, NOYYEHHbIX M3 UMMYHMU3MPOBAHHbIX MbILLEN, OH
paboTaert. MoCKOMbKY HU OAMH M3 UCMO/Ib30BAHHBIX A1 UCXOAHOTO CAMAHMUA KIETOYHbIX TUMOB He cnocobeH
BbIXKMTb M NponndennposaTb cam no cebe, B Ky/bType OCTatOTCA TObKO KAETKU TMBpuaombl.

3aknuyeHue

Txanu moxHo auccoquupoeamb Hd cocmae/idiowue ux KjiemKku, Komopuole, 6 C6010
ouepeab, MOKHO pa3ae/lumb 10 MUNAM U OUUCTRUMD O OUOXUMUUECKO020 AHANUIA UIU
CO30anust KAemouHblx KYysiomyp. Mmnozue xxueomnuvie u pacmumesivHvle KACMKU 6bloKU-
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sarom u npoaugherupyiom 6 uawxe Ilempu npu ycioeuu naruuus 6 Heui nooxoosuen
KYJbMYpaivHoll cpedvl, NUMAMEIbHbLX eULCNE U COOMEEMCMBYIOUUX CULHATLHBLX
mozexya. Hecmompsi na mo 4mo 6016uuncmeo Kusomnulx KJiemox nepecmaem oe-
JUMBCSL NOCJIE KOHEUHOZ0 YUCA KICMOUHBIX OeJeHull, 00eccmepuentvle npu noMouU
CNOHMAHHBIX MYMAUULL UIU 2EHEMUUECKUX MAHUNYAUUU KACMKU MO2YM HEOZPAHUYECH-
HOe 8peMs CYUecmeosamy 6 6ude KAemOUHbLX Ky bmyp. IMOPUOHAIbHBLE CNBOI0BbIE
KJIEMKU MOZYM HEOZPANUYEHHO NPOJUDEIUPOBAMD 6 KYIbMYPAIbHOU YaAUKe, COXPAHSSL
cnocobHocmy dughgpepenyuposamvcs 6 pasiuirvie munvl Kiemox opeanusma. Taxum
06pazom, onu 061a0arm 0zpomMHbIM MeOUUUHCKUM nomenyuaiom. Kiemxu eubpudomol
WUPOKO UCNONLIYIOMCS OJ15L NOAYUEHUS HEOZPAHUYEHHOZ0 KOAUUECBA 00HOPOOHbLX
MOHOKJIOHATILHOLX AHIUME, NPUMEHSEMBIY 0151 OOHAPYKEHUsL U OUUCTIKU KAETMOUHBLX
benxos, a makiKe 0151 QUAZHOCIUKU U JleueHust 3a00.1e6aHUll.

8.2. Ouuncrtka 6enkos

3ajiaya BBIIETEHNUS M3 THICSY MPHUCYTCTBYIONINX B KJIETKE THIOB GEJKOB OJHOTO
eIMHCTBEHHOTO SIBJISIETCS HENPOCTOH, HO ee HeOOXOANMO PENInTb, YTOObI MCCJAe/J0BATD
dyHkimo Geska in vitro. Huke B 9T0ii riiaBe Mbl TIOKKEM, KaK Memood pekoMOunanm-
#oix /IHK 3HaunTeIbHO YIIPOIIAET ATY 33j1a4y, 3acTaBJIsist KJIETKY CUHTE3UPOBATH OOJIb-
1€ KOJIMYECTBA HYKHOTO Gesika, obsierdyasi TakuM oO6pa3oM €ro BbIJIEJIEHUE U OYHUCTKY.
HeszaBucnmo ot TOTO, SIBJSAETCS JIM UCTOYHUKOM OesIKa CKOHCTPYHPOBAHHAS METOJaMU
OUOMHKEHEPUH KJIeTKA WM WHTAKTHAs TKaHb, MPOIECC OYMCTKM OOBIYHO HAUMHAETCS
¢ CyOKJIETOYHOTO (PPAKIIMOHNPOBAHMS /IS CHUYKEHHSI MHOTOKOMITOHEHTHOCTH MaTepuasia.
3areM TPOBOJISAT OUNCTKY 6esika, Ha KaXKIOM IIare yBeJMIHBas ee CIeln(UIHOCTD.

8.2.1. KneTtkmn MO»XHO pa3genutb Ha cocTaBnaLwwume ee ppakuyumn

Yro6bl 0unCTUTh GEJIOK, €ro HY:KHO M3BJI€Yb U3 KJETKH. KJeTkn MOXKHO paspy-
MIMTb HECKOJBKUMHU CITOCOOAMU: WX MOXKHO TO/IBEPTHYTH OCMOTUYECKOMY TIOKY WJIH
VJIbTPA3BYKOBOW BUOPAIIUM, TIPOTAIIUTD YepPe3 MATEHbKOEe OTBEPCTHE WJIA U3METHUHTDH
B roMoreHu3arope. B pesysbrare 9TUX MPOIEAYDP Pa3pynraeTcs: GOMBITUHCTBO MeMOpaH
kieTky (BKIOUAs T1a3MATHYECKy 10 MeMOPaHy U SH/IOMIA3MATHYECKUiT PETUKYIYM ), He-
GoJibtie (hparMeHTbI KOTOPBIX TYT JKe 3aHOBO 3aMBIKAIOTCS, 006pasysl BesnKyJbl. OTHAKO,
P OCTOPOKHOM MPOBEAECHUN TIPOIEYDP Pa3pylIeHHs, TaKie OpraHeTbl, Kak Spo,
MHUTOXOH/IPpUH, aIlllapar rOJIb,[[)KI/I, JIN30COMbI U TIEPOKCUCOMBI, OCTAIOTCA HETPOHYTbIMU.
Takum 06pa3oM, CyCIeH3HsI KJIETOK [PEBPAIAETCs B TYCTyIo Kaiuily (Tak HasbIBaeMblii
20MOZEHAM WITN IKCIPAKM), CONEPIKAIIYIO PA3/INIHbIe 3aMKHYTbIe MeMOPaHHbIE Opra-
HEJUTBI, KOKIast 13 KOTOPBIX 00JIaIaeT XapaKTePHBIM Pa3MepOM, 3apsi/IoM U TUIOTHOCTBIO.
[Ipu ycaoBUM NPaBUJIBHOTO moaGopa cpeapl romorennsaiuu (myteM mpo6 U ommGoK
JUISL KasK/I0# OPraHeJLIbl ), Pa3JIMYHbIE KOMIIOHEHTbI, BKJIIOYAS BE3UKYJIbI, IOy YHBIIHECST
13 HJIOTUIA3MATIHYECKOTO PETHKYJIYMa — MUKPOCOMBI, COXPAHSIOT OOJIBIIMHCTBO CBOUX
€CTECTBCHHDBIX 6HOXI/IMI/quCKHX CBOJICTB.

3areM HEOOXOIMMO Pa3/IeINTh KOMIOHEHTBI ToMoTeHara. Takoro poja (ppaKIioHn-
POBaHME KJIETOK CTATI0 BOZMOXKHBIM TOJIBKO TTOCTIE KOMMEPYECKON PaspaGoTKi B Havdase
1940-x rr. npu6opa, HOCAIIETO HA3BAHUE «NPENAPAMUGHAS Yavmpayenmpugyeas. B weit
[POUCXO/IUT BBICOKOCKOPOCTHOE BPAIL[EHNE HKCTPAKTa Pa3pyIleHHbIX KiaeTok (puc. 8.9).
ITO TIO3BOJISAET PAEJIUTD KJIETOUHBIE KOMIIOHEHTBI TI0 pa3dMepy U TUIOTHOCTHU: B IEJIOM,
4eM KpyIIHee 4acThia, TeM GoJblnas 1eHTpudyskHas cuia 6y/ierT Ha Hee JeliCTBOBATD,
1 TeM ObicTpee OHa OyeT BpamaTbest. 1Ipn oTHOCHTENbHO HIU3KUX CKOPOCTSIX Ce/[MeH-
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tupyior (ocemaoT) KpynHble KOMIIOHEHTBI, TAKHE KaK sApa, ¢ 00pasoBaHMEM OCaIKa
Ha JHe 1eHTpudyKHON TPOOUPKY; TpU OOJIBIINX CKOPOCTSIX U JIJTUTEJbHOM BPEMeHn
HeHTpu(yrupoBaHus MOKHO coOpaTh CHaYa/la MajieHbKUe 3aMKHYTbIE BE3UKYJIbI, a 3a-
teM puGocombl (puc. 8.10). Bee atu dpakiuu He GyayT YUCTHIMU, HO 3HAYUTETBHOE
KOJIMYECTBO 3arpsi3HUTENIEN MOKHO YQJIUTh IIyTeM PECYCIEHIUPOBAHMS OCA/KA U T10-
BTOPHOTO TIPOBEJIEHNUS IEHTPU(DYTUPOBAHMS .

Henrpudyrupopanue mouTH BCer/ia siBJsIeTCs EPBbIM IaroM (GppakiinoHUPOBAHUS,
HO C €r0 TIOMOII[BI0 MOKHO Pa3/IEIUTh TOJbKO 3HAUUTEIHHO PA3JINYAIONIIECS 110 Pa3Mepy
KOMITOHEHTBI. BoJiee BBICOKOTO YPOBHSI Pa3zie/ieHus MOXKHO JOOUTHCS IyTeM HAHECEHUsI
TOHKOTO CJIOSI TOMOreHara Ha pas30aBJIeHHbII PACTBOP COJIU, 3ANOJHSIONIMNA [IEHTPH-
dysxuyio npobupky. Bo Bpems nentpudyrupoBaHus pa3inuHbie KOMIOHEHTbI CMECH
OylyT JBUraThCsl Yepe3 COJIEBOIl PACTBOP KaK OT/EIbHbIE MOJOCHI, KAKIAsi CO CBOEN
CKOPOCTBIO. DTOT MPOIECC HasbIBaeTcst ckopocmuou cedumenmayueti (puc. 8.11, a).
Yro6bt atoT MeTo/; ObLT 3 MEKTUBHBIM, MOJIOCHI IOJIXKHBI ObITh 3AIIUIIEHBI OT KOHBEK-
[UOHHOTO CMENTUBAHUSI, KOTOPOE OOBIYHO TPOMCXOIUT, Korja GoJiee IJIOTHDBIH PacTBOP
(mampumep, copepsKamumii OpraHe/ibl) OKa3bIBaeTCs Haj MeHee ILIOTHBIM (pacTBOpoM
com). B crenmanpHoM mpu6ope A1 CMEIMBaHUA PAcTBOP B IMPOOUPKE yCHIMBAIOT
c1abbIM TPAIMEHTOM caxapo3bl. Biaropapst mojydaionemMycsi B pe3yJ/ibrate rpajueHty
IJIOTHOCTH GOJiee TJIOTHBIN pacTBOP OyIeT Ha JiHe IIPOOUPKH, U Kask/1ast 061aCTb COJIEBOTO
pactBopa OyzieT UMeTb GOJIBIIYIO ILJIOTHOCTD, YeM PACTBOP HAJl HEll, U, TaKUM 00pa3oM,
KOHBEKI[MOHHOE cMellnBanue He Gy/IeT MellaTh Pas/ieeHuio.

[Ipu cequmenTaruu yepes Takue pasOaBiIeHHbIE TPAJUEHTDI CAXaPO3bl PA3JIUUHbIE
KJIETOUHbIE KOMIIOHEHTbI OyayT (DOPMUPOBATH OT/EJbHbIE TIOJIOCHI, KOTOPbIE MOMKHO

GpoHMpOBaHHas Kamepa CeaUMEHTUPYIOLLWIA MaTepuarn

poTop

! l

oxnaxaeHve BaKyym
ABuraternbs

Puc. 8.9. MpenapatusHas ynbtpaueHTpudyra. Mpoba HaxoaMTCA B NPOBMPKeE, KOTOPYH MOMELLAIOT B LIUAWH-
APUYECKMe OTBEPCTUA B METAN/IMYECKOM POTOpe. 3a cHeT BbICTPOro BpaLlleHUa POTopa CO34aeTcs OrpoOMHas
LeHTpobeXKHan cuna, 3acTaBNAoLLAA YacTuLbl B 06pasLie 0caxK4aTbCa. Bakyym ymeHblUaeT TpeHue, npe-
NATCTBYA Neperpesy POTOPa U NO3BOAA CUCTEME OXNAXKAEHWA MNOALEPHKMBATL NOCTOAHHYIO TemnepaTtypy
obpasua 4°C.
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romoreHart
KNeToK

|
LIEHTPU®YTMPOBAHUE C H/3KOW CKOPOCTLIO

f

0CafloK COAepXUT
Lernble KNeTku
anpa

uuTockeneT

HAOOCALOYHYIO ®PAKLINIKO MOOBEPIAIOT
LUEHTPU®YTMPOBAHMIO CO CPEOHEW CKOPOCTbLIO

f

0CafioK COAePXKUT
MUTOXOHZPU
NN30COMbI
NepoKCMCOMbI

HAOOCALOYHYO ®PAKLIMIO MOABEPTAIOT
LEHTPN®YTMPOBAHWIO C BBICOKOW CKOPOCTbIO

f

0caflok COAEPXUT
MVKPOCOMBblI
MenevaiLume Be3ukyrbl

HAOOCALOYHYIO ®PAKLINKO MOOBEPTAIOT
LUEHTPUOYTUPOBAHUIO C OYEHb BEICOKOW CKOPOCTbLIO

0cafoK CoAepPXKuUT
pubocombl

. BUpYCHI
KpYMHble MaKpoMOIeKyrbl

Puc. 8.10. ®paKkunoHUpoBaHMe KNETOK NPU NOMOLLUN LLeHTPpUdYrupoBaHuA. MHorokpaTHoe LeHTpudy-
TMPOBaHWE C MOCTOAHHBIM YBEe/IMYEHUEM CKOPOCTU NO3BONAET Pa3fe/InTb rOMOreHaTbl KJeTOK Ha KoMmno-
HEHTbl. B Lenom, 4em meHblle CyOKNETOUYHbIM KOMMOHEHT, TeM 60/bluan UueHTpobexHasa cuna Heobxo-
ANMa ONnA ero cegumeHTauunu. TUNUYHbIE 3HaYEeHUs ONA Pa3/INYHbIX Waros ceaMeHTauun:

Hu3kasA ckopocms: 1000 g, 10 muHyT

cpedHsas ckopocme: 20000 g, 20 MUHYT

8bicoKasa ckopocms: 80000 g, 1 yac

o4YeHb 8bicoKas ckopocms: 150000 g, 3 vaca.
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BBIZIEJIUTD 10 OfiHOM. OTHOCHTEIbHAS CKOPOCTb CEIUMEHTAITNN KaXKOTO KOMITOHEHTA
3aBHCUT, B NEPBYIO OYEPE/ib, OT ero pazMepa u (popMbl, OOBIYHO OIUCHIBAEMBIX B TEP-
MUHaX KoaddulmenHTa ceuMeHTaIy, win BeJudauHbl S. CoBpeMeHHbIe MeHTpudyrn
Bpamaiorcst co ckopoctbio /10 80000 060poToB B MUHYTY, a HEHTPOOEIKHASI CUJIa B HUX
mozker B 500000 pas mpeBblIaTh CHJY IPABUTALUU. JTH OFPOMHBIE CUJIbI 3ACTABJISIIOT

CKOPOCTHAA PABHOBECHAA
a) CEOMMEHTALNA 6) CEOUMMEHTALINA
— obpasew
CTaBUNN3NPYIOLLMIT —>o6paset|
—— MONOrnn rpagueHT
KOHLIEHTpaLuM caxapo3bl —— KpYTOW rpagmeHT
(Hanpumep, 5-20%) NIOTHOCTU caxapos3bl

(Hanpumep, 20-70%)
|
LEHTPV®YTMPOBAHUE

f

___ MeaneHHo CeﬂVIMeHTVIpy}OU.lVIVI

KOMIMOHEHT
— BbICTPO CeANMEHTMPYIOLLNIA
KOMMOHEHT
|

SPAKLIMOHNPOBAHWE

KOMMOHEHT
___ C HU3KOW nnasyyei

MII0THOCTbIO

— KOMIMOHEHT
C BbICOKOW NnaBsyuyew
NMOTHOCTLIO

Puc. 8.11. CpaBHeHMe MeTOA0B CKOPOCTHOM CeAUMEHTALMMU U CE4UMEHTALMOHHOro paBHoBecus. (a) Mpu cko-
POCTHOM ceAMMeHTaLLMM CyOKNETOYHbIE KOMMNOHEHTbI, HAHECEHHbIE Ha COAEPHKALLMI caxapo3y pa3baBieHHbIN
pacTBOp, OCAXKAAOTCA C PA3HOMN CKOPOCTbIO B 3aBUCUMOCTU OT pazmepa M Gopmbl. YTobbl 3berkaTb KOHBEKLLM-
OHHOTO CMELLMBAHWA PA3/IUYHBIX MOJI0C, BbI3bIBAEMOTO HEBONBbLUMMM PA3TNUUAMM B TEMMNEPATYPE MU KOHLLEH-
TpaLMKM pacTBopa, B NPOBMpPKeE CO34at0T HEMPEepbIBHbIV C1AbbIM rPagMeHT caxapo3bl, KOHLEHTPALMA KOTOPOM
BO3pacTaeT B HaNpaB/ieHUN AHa Npobupku (06bl4HO OT 5 A0 20% caxaposbl). Mocne LeHTpUdyrposaHus
pasHble KOMMOHEHTbI MOYXKHO BbIAEANTb MO OAHOMY NyTEM NPOKa/bIBaHUA AHA NNACTUKOBOW LLEeHTPUYKHOM
npobupKM 1 cbopa Kanesb, KaK NOKa3aHo Ha pUCyHKe. (6) B meToae ceanMeHTaLMOHHOO paBHoBeCHA CybKne-
TOYHbIE KOMMOHEHTbI ABUKYTCA BBEPX AU BHW3 NPU LEHTPUDYIMPOBAHUM B FpagMeHTe 40 TeX Mop, NOKa OHK
He JOCTUTHYT NOOXKEHUA, B KOTOPOM MX NJIOTHOCTb ByAET COBNaAaTh C NIOTHOCTLIO OKPYKAIOLLErO pPacTBopa.
HecmoTps Ha To YTO 34eCb NOKa3aH rpafMeHT caxaposbl, ANA pasaeneHns 6eNKoB UK HYKNENHOBbIX KUCIOT
yaobHee Mcnonb3oBaTb 6osee NAOTHbIE MPAAUEHTbI, KOTOPbIE MOXHO CO34,aBaTb NPY MOMOLLM XI0PMAA Le3us.
MonyymBLLMECA B PAaBHOBECUM NOMOCHI MOXHO COBPaTh TaK ¥Ke, KaK NoKasaHo Ha puc. 8.11, a.
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JlasKe MajieHbKue MaKpOMOJIeKyJibl, Harpumep MoJiekysibl TPHK u npoctbie hepmentbi,
CEe/IMMEHTUPOBATb C OIYTUMOIl CKOPOCTBIO, M, TaKUM 00pPa3oM, X MOXKHO OT/EIUTH
JIPYT OT JIpyTa MO pa3Mepy.

YabrpatenTpudyru TaksKe UCTIONb3YIOT JIJISt PA3/IeeHUs KJIETOUHbIX KOMIIOHEHTOB
B 3aBUCHMOCTU OT WX ILJIABYY€ell MJIOTHOCTU, BHE 3aBUCUMOCTU OT pa3Mepa u (DOPMbI.
B stom ciyuae o6pasell ceZIMMEHTUPYIOT Yepe3 OOJbIION IPAAUEHT ILJIOTHOCTU, COJEP-
JKaIlliii BBICOKME KOHIIEHTPAIMK caXapo3bl WM XJopuaa 1e3us. KaxkabIii KaeTouHbIit
KOMIIOHEHT HauMHAEeT JBIKeHne npoTus rpaguenta (cM. puc. 8.11, @), HO B KOHLE KOHIOB
OH JIOCTUTHET TOJIOXKEHMSI, B KOTOPOM IJIOTHOCTb PacTBopa Oy/eT paBHa ero cOOCTBEH-
noii mwiorHoctu. Ilocse aToro KomioneHT GyJIeT MaBaTh Ha TOBEPXHOCTU U HE CMOYKET
JBUTaThCST fasibiie. TakuM o6pas3oM, B HeHTpUQyKHOI NpoGupKe oOpasyercst Habop
OT/IEJIBHBIX 10JIOC, U3 KOTOPBIX Hanbosee Oin3Kue Ko Hy OyayT o6sajarth HanOobIieit
mnasyyeii mwiorHoctbio (puc. 8.11, 6). Tak HasbIBaeMbIil MEMOO CEOUMEHMAUUOHHOZO
PAGHOGECUST HACTONLKO YYBCTBUTENEH, YTO TIO3BOJISIET OT/IEJSATH MAKPOMOJEKYJIbI, CO-
JepsKamme Tskeable u3oTonbl, Hanpumep PC mmr N, OT Taknx ke MaKpOMOJIEKY,
copepxkarmx Gosee Jterkue, pacupocrpanernbie n3otomnbs (12C umm 14N). Ha camom aene
METO/] C MCIO/Ib30BaHNEM I'PaINeHTa XJI0puaa 1e3ust pazpadoraan B 1957 1. mis pase-
Jienust Meuenoit u nemeuenoii /{HK mocsie no6asienust B cpery K pacTyIiuM HOITYJIsIy-
siM GaKTepuil Mpe/IeCTBEHHUKOB HYKJIEOTU/IOB, COJEPIKAIINX I5N; aTOT KJIACCHUECKMin
AKCHEPUMEHT [TPEJOCTABUIT MIPSIMbIE JIOKA3ATENIbCTBA MOJYKOHCEPBATUBHON PEILINKAIIUT

JHK (cm. puc. 5.5).

8.2.2. KneTouHble 3KCTpaKTbl NpeACTaBAAIOT cO601 fOCTYNHbIE
CUCTEeMbl AJIA N3YUYEHMA KNEeTOUYHbIX GYHKLMI

W3yuenue Bblie/IEHHBIX B IIEHTPUMYTE OPraHest i IPYTUX KPYITHBIX CYOKIETOUHBIX
KOMIIOHEHTOB BHECJIO HEOIEHUMbIN BKJaJ B Haille MoHUMaHue (QDYHKIM PasJndHbIX
KJIETOUHBIX KOMIIOHEHTOB. JKCIEPUMEHTbI HA OYUINEHHDBIX [PHU ITOMOIIK 1EeHTPU(YTH-
POBaHIA MATOXOH/IPUSAX W XJIOPOILIACTaX, HATPUMED, OKA3AH IEHTPATLHYIO (PYHKITHIO
ATUX OpraHe/yi — TpeoGpaszoBanue sHeprun B (hOpMbl, TOCTYIIHbIE JIJISI HCTIOJIb30BAHMS
kjaerkamMu. TOYHO Tak Ke 3aMKHYTbIe BE3WKYJbl, oOpa3oBaBiinecss u3 (hparMeHTOB
IIEPOXOBATOrO U TJIAJKOTO SH/O0IIA3MAaTHIECKOTO peTuKyayMa (MEUKPOCOMBI), GbLIN OT-
JleJIeHbI IPYT OT APyTa U MPOAHATIN3NPOBAHBI B KAUeCTBE MOJeJieil 9THX KOMIIAaPTMEHTOB
B MHTAKTHON KJIETKeE.

KomnreaTprnpoBantble KI€TOUHbIE 9KCTPAKTBI, B YACTHOCTU 9KCTPAKTHI OOIIUTOB X e-
nopus laevis (abprKaHCKOIT IMITMOPIEBOI JIATYIIKI), CHIMPATH [JIABHYIO POJIb B U3y YeHUH
TaKNX CJI0KHBIX U BBICOKOOPTAHM30BAHHBIX TIPOIIECCOB, KaK MUK KJIETOYHOTO JeTE€HN,
pacxoKJeHre XpOMOCOM TIPU TIOMOIIN BepeTeHa JIeJeHns W Be3UKYJISIPHBIN TPAHCIOPT
[IPH IBUZKEHUN OEJIKOB U3 3HIOIIA3MATUUYECKOr0 PETUKYIyMa depes armnapar [oJbuKu
B IJTA3MATHYECKYI0 MeMOPaHY.

[lo cytH, KJT€TOYHbBIE SKCTPAKTBI MPEICTABIIIOT COOON MCXOTHBIN MaTephas s TOJ-
HOTO pa3fieleHnsT BCeX OTAENbHBIX MaKPOMOJIEKYJIIPHBIX KOMIIOHEHTOB KJETKU. Temepn
MBI PAacCMOTPUM, KaK JIOCTUTAETCS TaKoe pas/esieHne, COCPEIOTOUYNB CBOE BHUMAHUE
Ha GeJIKax.

8.2.3. benku MOXXHO pa3AennuTb NPy NOMOLYM XpomaTtorpadumn

Yarrte Bcero GesiKi pas/iesistioT TP MOMOIIN KOJIOHOYHOM XpoMaTtorpaduu, 1pu 9T0M
CMeCh PaCTBOPEHHDIX GEJIKOB IPOILYCKAIOT Yepe3 KOJIOHKY, COJePKAIIyI0 TBEP/yIO II0pH-
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cryio Marpuity (copGent). Pas/mmunbie GeTKH 0-pasHOMY B3auMOAEHCTBYIOT ¢ COPOGEHTOM
1 3aJIePyKUBAIOTCS HAa MATPHIlE, MX MOKHO OyZeT coOpaTh OTAENBHO TIO MEPE BBIXO/A
u3 kosonku (puc. 8.12). B saBucuMoctn ot BbI60pa MaTpHIIbl OEITKI MOKHO Pa3/Ie/NTh
110 3apsiy (uornoobmennas), ruapodobuoctu (2udpoghobias), ciocOGHOCTH CBA3BIBATH
OIIPe/IEIEHHBIIT BU/I MAJIBIX MOJIEKY.JT Wit Makpomosieky. (aggpunnas xpomamoepagpus)
u pasmepy (zesv-xpomamozpaghus wnv zesv-hurompayust).

MHorue Buzbl copOeHTOB A0CTyIHbl KoMMepueckn (puc. 8.13). MonooOMeHmHble
KOJIOHKU 3aIOTHEHBI MAJTEHbKIMI TPAHYIAME, HECYTITIME JIHOO TIOMOKUTENbHBIH, 160
OTPUIIATEJIBHBII 3aPsifl, TIOITOMY GEJIKM PA3esSIIOTCS Ha HUX B 3aBUCHMOCTH OT Pac-
TIPEIEIEHNsT 3apSIoB Ha TIOBEPXHOCTH. [MaIpohoGHbIE KOJOHKH 3aMOTHEHbI TPaHyIa-
MM, W3 KOTOPBIX BBIXOAAT THAPOG0oOHBIE GOKOBBIE TIETH, CEJEKTHBHO YAEP;KUBAIOIINE
PACIIOJIOXKEHHbIE HA TTIOBePXHOCTH GesiKoB riipodobubie obsactu. KoJoHKN st Tesib-
umpTparim, B KOTOPBIX TPOUCXONT pasfieerne OeTKOB B 3aBUCUMOCTH OT Pa3Mepa,
COMIEPsKAT MeJTbUAiiliie TOPUCTBIE TPAHYJIBI: MOJEKYJIbI, KOTOPBIE JOCTATOUHO MaJIbl
JUTST TOTO, 4TOGBI TPOHUKATH B TIOPBI, JOJIBINE 3a€PKUBAIOTCS B KOJOHKE, TOT/JA Kak
KPYTHBIE MOJIEKYJIBI OCTAIOTCS B PACTBOPE, OMBIBAIOIIEM COPOEHT, W, TaKUM 00pasoM,
JIBIDKYTCST GBICTPee W TIEPBBIMU BBIXOJISAT 13 KOJOHKH. [TOMIMO paseseHust MOJIEKYT,
resTb-(QUIbTPAIHS CIYKUT YAOOHBIM CIIOCOOOM OTIPEIEIEHIS UX pa3Mepa.

Heoanopoanoctu cop6entos (Hampumep, LeI0103a), TPUBOJAANINE K HEPABHO-
MEpPHOMY TIOTOKY PACTBOPUTENS Y€pe3 KOJOHKY, OTPAHWYNBAIOT PasperieHne OObITHbIX
METOZIOB KOJOHOUHOH xpomartorpadun. CrenuaabHble CMOJBI s XpoMaTorpadun
(06bIYHO, Ha OCHOBE CHJIMKAreJIst), COCTosIMe 13 Menbyainmx cdep (3—10 MKM B aua-

KONMOHOYHAA XPOMATOI PAGUA

HaHeCeHHbI Ha BepX KOOHKM NMOCTOSIHHO HAHOCUTCS
obpasey  pacTBOpUTEmNb U3 GOMbLLOTO pesepsyapa

e W W W W

mMaTtpuua A A
b )

nopucras
BCTaBKa

npobupka
—_— |

Bpemsi (hpaKLMOHMPOBaHHbIE MOMEKYIbI
anovpytoT 1 cobupatoT

Puc. 8.12. PazgeneHune moneKyn MeToaom KoNoH4YaTo xpomatorpadpun. ObpaseL, — pacTsop, CoAepKaLLmit
CMEeCb Pas/INYyHbIX MOEKY/,, — HAHOCAT Ha LMANHAPUYECKYIO CTEKNAHHYIO UAN NAACTUKOBYIO KONOHKY, CO-
[epallyto NPOHMLAEMYIO TBEPAYIO MaTPULLy, HaNnpUMep Le/stoa103y. 3aTem Yepes KONIOHKY MedJ/1eHHO Npo-
KaumBatoT 60/1bLLOV 06BEM PacTBOPUTENA M COBUPAIOT €ro B pasHble NPOBUPKM No Mepe BbIxoAa. MOCKOIbKY
pas/IMyHble KOMMOHEHTbI ABUMKYTCA MO KOIOHKE C Pa3HbIMU CKOPOCTAMM, OHU ByayT pa3geneHbl Mo pasHbIM
npobupkam.
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NOTOK pacTeopuTens MOTOK PacTBOpPUTENS
- ( 2 - [ - ° °
o ot . - +.9 rpaHyna, ° o
- - + °
0% o + S 3apsxeHHan o oo nopucTble
o ++ ++ .+ dn a + [ ] MONOXUTENbHO ° . E— rpaHynbl
+ - °Q®°
+ i ._. e* CBAlaHHbie . " .. °
o +* ..+ +Fy o Monexynsl, e’ [ ]
+ T4 +@= 1~ 3apskeHHble [ P o MerKue MoneKyrbl
ot s _'-_I- oTpuLaTensHoO e® N 2 o 3a4epxmBaloTcs
(] + @~
pe _',+ +re ot ceoboaHble e °© e @ KPYMHbIE MOMeKyIbl
® ot MOonexyrbl, P P He 3aepX1BaloTCs
3apsPKEHHbIE
NONOXWUTENbHO
a) MOHOOBMEHHAA XPOMATOIPA®UA 6) 'EJIb-OUTTbTPALIA
NOTOK pacTBOpUTENS Puc. 8.13. Tpu TMNA Ucnonb3yemblx B XpomaTorpapum cop-
¢ L L 6eHTOB. (a) B MOHOOBMEHHOI XpomaTorpadumn HepacTeo-
PUMbI COPOEHT HECET MOHHbIE 3aPAAbI, 334ePKMBatOLLME
(‘ .c ([ \ 'l’ rpaHyna OBUXKEHUE HECYLLMX NPOTUBOMO/IOKHbIV 3apAs, MONEKY.
o / C KOBarneHTHo B KauecTBe cOpbEHTOB /1 pa3aeneHuns 6eNKOB UCMOb3YOT
Q VS - cBAsanHbiM NONOXUTENBHO 3aPAKEHHYIO ANSTUNAMUHOSTUNLIENIONO3
S 7 9 cy6erparom /1 p YIoA uenntonosy
- - \ & (O2A3-Lenntonosy) u oTpMLATENBHO 3apAXKEHHbIE KapbOK-
@ \0 [ ‘ &%13:&”;:”0’“ cumeTunuennionosy (KM-uennonosy) n pocdouennionosy.
14 \ ﬁ’ / [4) thepmeHTa TaKsKe 4aCTo MCMOJIb3YHOT aHaNorM, OCHOBaHHbIE Ha arapose
. - = 6 Unun gpyrux nonnmepax. Cnna cBA3bIBAHNA PACTBOPEHHbIX
. >ﬁgg%zmenm MOJIEKY/1 C MIOHOOOMEHHOW MaTPULLEN 3aBUCUT OT MOHHOM
o & 7\ N He 3aJepxmBasch CWIbl M pH NpoXoAALLero Yepes KONOHKY pacTeopa. Takum

obpasom, ana goctukeHma s3pPeKTMBHOroO pasgeneHus
WX MOYKHO CMCTEMATUYECKU U3MEHATb (Kak Ha puc. 8.14).
(6) Npw renb-PpunbTPaLMU COPBEHT UHEPTEH, HO COAEPKUT
nopbl. Monekysbl, KOTopble AOCTaTOYHO Masbl ANA TOro,
YTOObI NPOHMKATL B NOPbI, 334EPHKMUBAIOTCA B HUX U, TAKMM 06pa3om, ABUKYTCA NO KOJIOHKE MefJ/IEHHeE, YeM
KpYMHble MO/IEKYbl, He CNOCOBHbIE BXOAMUTL B NMOPbI copbeHTa. JoCTyneH WUPOKMiA aCCOPTUMEHT rpaHy no-
NepeyHo CLUMTbIX NOMCaXapuAaoB (AeKcTpaHa, arapo3bl UM akpunaMmaa) C PasHbIMK pasmepamu nop, YTo
MO3BONIAET UCMOb30BaTb X AA PA3fEeNEeHUA MOEKYN PA3IMYHON MONEKYNAPHON MacCbl — OT MEHee Yem
500 [a Ao 6onee uem 5 x 10° [la. (8) B addpuHHOM xpomaTorpadum NPUMEHAETCA HEePaCTBOPUMbIN copbeHT,
KOBa/IEHTHO CBAI3aHHbIM CO cneuudpuyYeckum AUraHaoM, HanpuMep MOJIEKYION aHTUTeNa Uau cybcTpatom
depmeHTa, KoTOpble byayT CBA3bIBaTb ONpeaeneHHbI 6enoK. Monekynbl depmeHTa, CBA3ABLUMECA B TAaKMUX
KOMIOHKaX C HEMOABUMKHbBIM CyBCTPaTOM, MOXKHO 3/1t0MPOBaTh (M3BNEYbL U3 aAcOpOEHTA) NPU NOMOLLM KOH-
LLEHTPMPOBAHHOIO pacTBopa cybcTpata B cBobogHoM dopme. MoneKynbl, CBA3aBLUMECA C HEMNOABUMKHbIMM
aHTUTENNIaMUN, MOXHO 3/TIOUPOBATb NyTem AUCCOUMALNN KOMMNJIEKCA aHTUTEN0-aHTUTEeH KOHUEHTPUPOBAHHbIM
PacTBOPOM COJIM U/IN PACTBOPOM C BbICOKUM UK HU3KMM pH. ApdrHHaa xpomaTorpadua no3BonaeT 4ocTuub
BbICOKOTO YPOBHA pa3aesieHns of4HOKPATHbIM NPOMNyCKaHMEM PacTBOPA YEPE3 KOIOHKY.

8) ADOVHHAA XPOMATOI PA®UA

MeTpe), MOTyT GbITh PABHOMEPHO YITAKOBAHbBI B KOJIOHKY TIPU TIOMOIIIH CIIEI[UATBHOTO TIPU-
6opa. Takas Bbicokoa(pekTuBHas skuaKocTHas Xxpomartorpadus (BIYKX) nossosser
JIOCTHYb BBICOKOTO ypoBHs paspenierns. B BOYKX amoent (pacTBopeHHOE BElecTBO)
O4eHb OBICTPO MPUXO/IUT B PABHOBECHE C BHYTPEHHUM COJIEPYKUMBIM TPaHyJI COPOEHTA, |,
CJIeZIOBATEIHbHO, MOJIEKYJIBI C PA3HBIM CPOJICTBOM K cOPOEHTY 3 (PEKTHUBHO Pa3/IeIiOTCs
JIaKe TPU BBICOKUX CKOPOCTSX TOoTOKa. BIYKX CIy:KUT OCHOBHBIM METOZOM OUYMCTKU
MHOTUX OEJIKOB M MaJIbIX MOJIEKYI.
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8.2.4. B ocHoBe adpPpuHHOI XpomaTorpadum nexnuT UCNoib3oBaHne
cneundunUecKnX canToB CBA3bIBaHNA 6enKoB

Ecim HaunHath €O CJIOKHON cMecH GeJIKOB, ONMMCAHHBIE BBIIIE TUIBI KOJOHOYHOI
xpomarorpadun He JJaJyT O4eHb YNCTBIX PPaKIii: OHOKPATHOE TIPOITYCKAHNE PACTBO-
pa uepe3 KOJIOHKY OOBIYHO YBEJMUYMBAET /010 Geka B cMeck He Gosibiire yeM B 20 pas.
ITockobKy GOJIBIIMHCTBO OT/IEJIbHBIX OelKOB coctaB/siior b 1,/1000 or obirero
6eJiKa KJIeTKH, IS JOCTUKEHVS JTOCTATOYHON CTENEHW OYMCTKH OOBIYHO TPUXOUTCS
HOCJIeI0BATEIHHO UCIIOMb30BaTh HECKOJIbKO PAsjIMYHbIX TUIOB KOJOHOK (puc. 8.14).
Bosee adpdexktnBHbI MeTos, M3BecTHBIH Kak addgunnas xpomarorpadmusi, oCHOBAH
Ha WCIOJb30BAHUK GUOJIOTHYECKN BAYKHBIX ITIPOIIECCOB CBSI3BIBAHUS, MPOUCXOIATINX
Ha TIoBepxXHOCTH 6esKoB. Ecs Mosiekysia cy6eTpara KOBJIEHTO CBSI3aHa C MHEPTHO Ma-
TPUIIEH, HapUMep TTOJNCAXapPH/IHBIMI TpaHyJaMu, (pepMeHT, TpeoGpasyTonil TaHHbIH
cy6erpar, Gyler creluuueckn yaep:KuBaTbcs Ha copOeHTe. 3ateM ero MOKHO AJIOU-
poBath (BBIMBITH) B IPAKTHYECKH YHUCTOM Buzie. TOUHO Tak jKe MOKHO UMMOOUIN30BATh
Kopotkue osmronykaeotuzibl JJHK co crieranbo pazpabGoTaHHol TOCTe10BaTeNbHOCTBIO
s ounctkn JJTHK-cBssbiBaionux GeKOB, KOTOpPble B HOPME Y3HAIOT JAHHYIO TOCJIe-
JIOBATEJIbHOCTD HYKJIEOTHIOB B XpoMocoMe (cM. puc. 7.28). B kadecTBe ajibTepHATHBBI
MOKHO TTOMECTHUTD Ha MATPHILy CIeIiuIecKie aHTUTEIa U OYUCTUTh MOJIEKYJIbI GEJTKOB,
y3HaBaeMbIX 3TUMHU aHTHUTeJaMI. B TaknX KOJOHKaX, 6J1aro/[aps NX BBICOKOH crermdny-
HOCTH, TIPH OJTHOKPATHOM TIPOITYCKaHUN CMECH MOKHO JIOCTUYD YBETMYEHUS 0 Geka
B pactsope B 1000—10000 pas.

8.2.5. MapKepbl, CKOHCTPYNPOBaHHble METOAAMI reHEeTNYECKOM
VHXXeHepuu, fieXkaT B OCHOBE NPOCTOro cnoco6a ouncTku 6enkos

[Tpu oMo onucaHHbIX HUKE MeToI0B pekoMO6uHaHTHbIX JJHK MoxxkHO Monndu-
IINPOBATh J1I060I1 TeH TaK, YTOObI ero 6ETOK CHHTE3NPOBAJICS CO CIEIMATbHBIM MapKEPOM
y3HaBaHus. B pesysbrare, nocsemytoree ouninerne 6esika MetooM adGUHHOI XpoMa-
torpacdun 6y/ieT mpocTbiM 1 GbICTPbIM. YacTo MapKep caM 1o cebe SBIISeTcs] aHTUTeHHON
JIETEPMUHAHTO, VI dNUMONOM, KOTOPBII MOKeT ObIThb Y3HAH BBICOKO CHEMPUIHBIM
AHTUTENIOM. AHTHUTEIO 3aTeM MOKeT ObITh MCIIOJIb30BAHO KaK IS JIOKAJMU3AIn OesiKa
B KJeTKe, Tak u s ero ounctku (puc. 8.15). JIpyrue THIbI MapKepoB CIEUaTbHO
KOHCTPYUPYIOT JUIE O4MCTKU GeskoB. Harpumep, aMUHOKHUCIOTA IMCTENH CBS3bIBAET
oTIpejieJIEHHbIE MOHBI METAJLJIOB, BKJIIOYAsT HUKETh U Me/lb. EC/N NCIIOIb30BATh METO/IbI
TeHHOI WHKEHEPUN JIJISE TPUKPEIIEHNS K KOHILY 6eJKa KOPOTKOH 1I€MOYKH THCTUMHOB,
TO TaKOH cJerka Mo uUIMPOBAHHDIH GEJIOK MOKHO CEJIEKTUBHO 3ajiep:KaTh Ha adPpuH-
HOU KOJIOHKE, cojiepsKariieil HoHbl HuKesisd. Taknm o6pasoM, adpdunHyo xpoMaTorpaduro
C WCIIOJIb30BAaHUEM METAJIOB MOJKHO TIPUMEHSITD IS OYUCTKH MOJAM(UIIIPOBAHHOTO
6eJIKa U3 CI0KHOI CMecU MOJIEKY.I.

B kauecTtBe Mapkepa y3HaBaHUSI TaKyKe MUCIOJIB3YIOT 1leJblil 6eoK. Kiaerkn Moxk-
HO MOAM(UIMPOBATL TaKUM 06pa3oM, 4TOObI OHM HA OJTHOM KOHIIE WHTEPECYIONIEro
GeJika CHHTE3MPOBaM MasieHbKuii (epment riytatnon-S-tpancdepasy (Glutathione
S-Transferase, GST). [TosyuuBInmiicss XMMEPHBIHA GEI0K MOKET ObITh OUUIIEH OT OCTAIb-
HBIX KOMIIOHEHTOB KJIETKM TIpU moMomy apdUHHON KOJIOHKH, COJepIKaIlleil TJryTa-
THOH — MOJIeKyJy cy6cTpara, crernuduueckn U npouHo cBssbiBatonryio GST. Ecan
MIPOBO/IUTH OYKCTKY B YCJIOBUSX, HE MEIIAIONMX OeJIOK-GEJTKOBbIM B3aUMO/IEHCTBISM,
TO XUMEPHBII 6EJIOK MOKeT GbITb M30JIMPOBAH BMECTE CO B3aUMOEHCTBYIONIUME C HUM
B kierke Geakamu (puc. 8.16).
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Puc. 8.14. OumnwieHne 6enKoB meTogom xpomatorpadum. TUnMyHble pe3ynbTaThl, NOAyYeHHble nocae noce-
[0BaTe/IbHOTO UCMO/Ib30BaHMSA TPEX TUMOB XpoMaTorpadum 415 04UCTKM beska. B ;aHHOM Npumepe romoreHaT
KNETOK CHayana 6bin GPaKLMOHUPOBAH MyTEM MPOMYCKaHUA Yepe3 MOHOOBMEHHYIO CMO/Y B KOJIOHKE (a).
KonoHKy NPOMbINY A/15 yAaeHUsA BCEX HECBA3AHHbIX 3arpA3HUTENEN, a CBA3AHHbIE BE/TKM 31H0MPOBANU NyTeM
NPOMyCKaHWsA Yepes KOJIOHKY PacTBOPA, COAEPKALLENO NOCTENEHHO YBENNYMBAOLLYHOCA KOHLLEHTPALLMIO COMU.
BeslkM C HAMMEHbBLLMM CPOACTBOM K MOHOODOMEHHOW CMOJ1E HAMPSIMYHO MPOLL/IN Yepes KOIOHKY U Bbliv cobpaHbl
cambIMu nepBbIMK. OcTaBLUMecH 6eNKku Bbln 3N10MPOBaHbI NOC/EA0BATENBHO B 3aBUCUMOCTU OT MX CPOACTBA
K CMo/le — A9 yAaneHna 6e1KoB ¢ HanbobLLIMM CPOACTBOM NOTPebOBaANACh HaMbObLas KOHLEHTPALMA
conun. UHTepecytowmin 6enok 6bin 3110MPOBaH B HECKO/IbKO GpaKLmii U 0BHApyKeH Nno ero GepmeHTaTUBHOM
aKTMBHOCTU. PDpaKLMK, B KOTOPbIX HABAOAANACk aKTUBHOCTb, BblIM 06bEANHEHBI U MPONYLLEHbI YEPEes BTOPYIO,
renb-GpUAbTPALIMOHHYIO KONMOHKY (6). Hannume B antoate BCe eLLe He OYMLLEHHOTO be/Ka BHOBb OMpeaennaun
33 cyeT pepMeHTATUBHOMN aKTUBHOCTU. [oNoXKUTENBHbIE PpaKLMM cOBPasM U OYUCTUAU A0 TOMOTEHHOTO
COCTOSIHWA Ha addPUHHOW KONOHKe (B), cofeprKaBLuei MMMOBUIN30BaHHbIN cybcTpaT dpepmeHTa. (r) AHanmns
abOUHHOMN OUMCTKM LUMKNUH-CBA3bIBAtOLWLMX BenkoB U3 S. cerevisiae npu NomoLum anekTpodopesa B nNosiva-
KpunamuaHom rene B npucytctenm JCH, onmMcaHHOro HMKe Ha pucyHKe 8.18. [lopoxkKa 1 — 06LMiA SKCTPAKT
KNETKU; JOPOXKKA 2 — BENKM, 3/1I0MPOBAHHbIE U3 adPUHHOM KOIOHKM, COAEPKABLUEN LMKANH B2; nopoXKKa
3 — oAMH OCHOBHOW 6ENOK, 31IONPOBaHHDBIN M3 aPpPUHHOM KOIOHKM, COAEPIKaBLUEN LMKAUH B3. benkun go-
POKeK 2 1 3 antoMpoBaHbl U3 abPUMHHON KONIOHKM NPU NOMOLLM CONK; reslb OKpaleH Kymacceu. LLikana cnesa
MOKa3blBaeT MONEKyNAPHbIV Bec 6enkos-mapkepos B KAa. (r, u3 D.Kellog et al., J. Cell Biol. 130: 675—685, 1995.
C ntobesHoro paspelleHns usgatenbctea The Rockefeller University Press.)
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Puc. 8.15. MapkupoBsaHue anMTonom Aaa 10Kanumsa- reH nHTepecytolero 6erka

LM UNIM OUUCTKM 6enKoB. [Py MoMOLLM CTaHAAPTHBIX

MEeTOZL08 reHHOM MHXKEHEPUU K MHTepecytolwemy 6en- BCTABKA [IHK,

KY MOKET BbITb NPUCOEAMHEH KOPOTKUIA MENTUAHBIN KOOMPYOLWEN NENTUAOHLIN
Mapkep. Ecnm mapkep cam no cebe ABNAETCA aHTUMEH- SMUTOMHbIN «XXBOCT»

HOW A€ TEPMUHAHTOM, UV 31UMOINOM, ANA HEFO ETKO
6yaeT HalT1 KOMMEpPYECKM JOCTynHoe aHTuTeno. Co-
OTBETCTBYIOLLMM 06Pa30M MeYeHOe aHTUTENO MOXKHO BBEOEHWE
MCNO/b30BaTb 419 ONPeaeeHUA MeCTOHaXOXAEHNA B KNETKY
6es1Ka B KNeTKe NN AR OYUCTKM ero addUHHON nnm

OCHOBaHHOM Ha UMMYHHOW NpeLunuTaLumM XxpomaTo-

rpadueli. B cnyyae UMMYHHOM NpeLmnuTaLLmm B pac-

TBOP, COAEPHKALLUMI MapKMPOBAHHbIV 6enok, fobas- /

NAKOT HanpasNeHHble NPOTWB SMUTOMHOMO MapKepa

6enok
QHTUTENa; aHTUTENa cneumdUYeckn NonepeyHo cBa- T G 3NUTOMHBLIM
3bIBAOT MAPKMPOBAHHbIE MOEKY/Ibl BE/IKa M OCaXKaa- «XBOCTOM»
10T MX B pOpMme KOMMNIEKCoB aHTUTENO-6enok. (
MMMYHOokanmsaums ObICTpas oumcTka

[ faTbHENTIero yaydImeHns MeTO-  Npu NOMOWW aHTUTeN  y uigeneHue 6enka

JIOB OUICTKH TIPU TIOMOII MAPKEPOB y3Ha- K OEMKOBOMY «XBOCTY» ¢ «xBOCTOM» M Mi0GbIX
BaHUsI MEK/TY HYKHBIM OEJIKOM 1 MAPKEPOM accoumpoBaKHeIx Genko
MOJKHO BCTABUTH AMUHOKHUCJIOTHYTO TTOCIe-
JIOBATEJIbHOCTD, MIPEACTABJISIONTYIO0 COO0I CAUT PACIIEIIEHUST /ISl BICOKO CHEU(DUIHOrO
MPOTEONMUTIUECKOTO pepMeHTa. XapaKTepHbIe I CATOB paclleryieHus MOCIe0BaTe hb-
HOCTU aMUHOKHCJIOT PEJIKO CJIyYallHO BCTPEUYAIOTCs B O€IKAX, 03TOMY METKY GYy/IET JIETKO
yaammth 6e3 pa3pylieHust OUUIeHHOro (hepMeHTa.

Taxoit Tvn crienUIECKOTO PACIIETUICHIST UCTIOIB3YIOT B OUeHD A(DMEKTUBHOM METO/Ie
OYKCTKHM, U3BECTHOM Kak mandemmdas. agpgunnas ouucmra (Tandem Affinity Purification
tagging, tap-tagging). Tlpu stoM oaun KoHel| GeJKa MOAUDUIUPYIOT TaKuM 06PasoM,
4ToObI OH COJIEPIKAJL JIBA MApKepa y3HABAHUS, PA3/IEJECHHBIX CANTOM PACIIEIIEHHS] [TPO-
Tea3oil. Mapkep Ha caMOM KOHI[E XUMepPHOro Geska JO0JLKEeH HeoOPaTHMO CBSI3bIBATHCS
¢ adpbUHHOIT KOJIOHKOI, YTO 03BOJISIET MOJTHOCTBIO OTMbITh KOJIOHKY OT BCEX 3arPSA3HSIONINX
6enkoB. Pacimernienne mpoTeasoii 3ateM 0cBOO0K1aeT GeIOK, KOTOPBIN Jajiee OUnINaIoT,
UCIIOJIb3YsI BTOPoi Mapkep. [10CKOJIbKY TaKoii IBYX3TAIHBIN HOAXO/ 1aeT 0COOEHHO BBICO-
KYIO CTelleHb OYUCTKU GEJIKA IIPU OTHOCUTEBHO HEGOJIBbINON 3aTpare YCUIIuii, ero IupoKo
IPUMEHSIIOT B KJIeTOUHO# Guosiorun. Hanpumep, /it OUUCTKE JIIOGOTO JAPOKIKEBOr0O OeIKa
9TUM METO/IOM CKOHCTpyupoBasin Ha6op u3 npubausureabuo 6000 mraMMOB IpOKIKei,
KQK/IBII CO CBOMM WH/IWBHIY JILHBIM KOAUPYIOMNM MapKep reHoM, mpumiThiM K JJHK.

8.2.6. OuneHHble 6ecKNneToYHble CUCTeMbl He06XoANMbDI AJIA TOYHOrO
onpepeneHna GYHKUMIA MONEKY

BaskHo usydarb OMOJIOTHYECKHE IIPOLECChI HE3ABUCUMO OT CJIOXKHDIX IIOOOUHDBIX pe-
AKINi, TPOUCXO/ISIINX B KUBOU KJIETKE € TIOMOII[HIO OYHIEHHBIX GECKJIETOYHBIX CHCTEM.
Jli1st 3TOrO0 rOMOreHarbl KJIETOK (PPAKILMOHUPYIOT € LIeJIbI0 OYUCTKU KaXK/0Il OT/esIbHOM
MaKpPOMOJIEKYJIbl, HEOOXOIUMOI JIs1 KaTall3a HHTePeCyIolero GHoI0rnuecKoro IpoLec-
ca. Harmpumep, sKcriepuMeHTBI 110 pacui@poBKe MeXaHI3MOB CUHTe3a GesIKa HAYnHAIN
C KJIETOUYHOTO roMoreHara, B KotopoM TpaHcmposanuch PHK. ®pakiuonuposanue
3TOTO TOMOTEHATa Iar 3a maroM jano pubocombl, TPHK n pasnmanbie hepMeHTs!, KOTO-
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Puc. 8.16. Ounctka 6e1KOBbIX KOMMJIEKCOB NpU No- MeToa pekoMBuHaHTHbIX JHK
MoLLM XuMmepHoro 6enka, mapkupoBaHHoro GST. Co- ucnorb3yeTcs Ans crvsHus Genka X
nepawme GST xumepHble 6enKku, cuHTesnpyemble v ryTaTnok-S-Tpaxcepassl (GST)
B reHeTUYEeCKN MOAMPULMPOBAHHbIX KETKAX, MOXHO

3a/epaTb Ha aQOUHHOI KONOHKeE, 3aN0IHEHHOIA Mo- / — Benok X
KPbITbIMWU TNYTAaTUOHOM FpaHy/lamMu. He cBAzaBwueca GST XI/IMeprII7I Genok I'IpI/ICOB,CI,VIHeHHbIVI
C rpaHynamm 6enku byayT BbIMbITbl U3 KONOHKU. XU- l K rpaHyram, NOKPbITbIM FTyTaTUOHOM

MepHbIii 6eN10K BMECTE C APYrvMM KPEMKO CBA3aHHbIMM

C H/M KNETOYHbIMM 6e/IKaMM MOYKHO 3/1H01POBaTh My-

TaTUOHOM. ITU AONONHUTE/NbHbBIE 6E/TKU MOXKHO UAEH-

TMULMPOBATL NMPU NMOMOLLM MACC-CMEKTPOMETPUMU npv foGaBNeHNN KNeToYHOro
(cmoTpu puc. 8.21). AbPUHHbIE KONIOHKM TaKKe MOTYT 3KCTpaKTa B3aMMOAEMNCTBYoLIME
coAepaTb aHTUTeNa NpoTue GST uam Apyrue noaxo- Benku cessbiBatoTes ¢ Gernkom X
AAlme maneHbKue 6enKu, Uan aNUTOMNHbIe MapKepsbl

(cm. puc. 8.15).

pbie Bce BMecTe 06PasyioT CHCTEMY CHHTE3a

6esika. Kak TOJIbKO OT/ie/IbHble OUMIeHHbIe pacTBOp MyTaTHOHA
KOMIIOHEHTbI CTaJan JOCTYIHbI, UX MOKHO 3MIOVPYeT XMMEPHbIN
OBLJIO TI0 OTJEJBHOCTH JJOOABISATH WM Y- Genok BmecTe c Gernkamu,

B3aMmMoaencTByoLwmnmMmn
JISATb. IJTO IIO3BOJIMJIO TOYHO OIIPEJesUTD ¢ Benkom X

POJIb KaKZOTO KOMITOHEHTA OT Hadajga 0
KOHI[a IIporecca.

PexoHCTPYKITISA KaXKI0T0 OHOI0THIIe-
CKOTO TIPOIeCCa B OUUIIEHHON OeCKJIeT0oY-
HOIl cucreMe — OjlHA M3 KJIOYEBbIX 3ajiay
KJeTouHOl Omosornu. TOJbKO Tak MOXKHO
OIPeIe/INTh BCe HEOOXOIUMBIE [IJIs1 I]AHHOTO MTPOIECCa KOMIIOHEHTHI U KOHTPOJIMPOBATD UX
KOHIIEHTPAIINH, 9TO OUeHDb BAKHO /I TOHUMAHNS MeXaHn3Ma ux faefictsud. [Ipemgcrout
eriie MHOTO paGoThl, HO 3HAUUTEIBHAS YaCTh TOTO, YTO MbI CETO/IHST 3HAEM O MOJIEKYJISIPHOI
6roJiornH, ToTydeHa Oyaro/iapsl N3y4eHnio 6ecKJIeTOYHbIX cucteM. VX ncmomb3oBasm,
HampuMep, A7 pacimdpoBKy AeTasteit permkanuy un Tparckpurimn JHK, crtaticnnra
PHK, tpancisiim 6eIKOB, COKPAIEHUsS MBIIII] U TPAHCIOPTA YACTHIl BAOJb MUKPO-
TpyOOUEK, a TaKKe MHOKECTBA JIPYTUX IMPOUCXOJSIINX B KJIETKE POIECCOB.

3aknoueHve

Buoxumuueckuti anaius Kiemounvlx NONYAsauull Nymem ux paspyuenus u gpax-
UUOHUPOBAHUSL UX COOEPIKUMOZ0 NOIBOIUI CO30ABAMD PYHKUUOHANLHDIE OECKIeMOUHbIE
cucmeMul. IMu cucmemvl 8blCOKOU CMENEHU OUUCTNKU HEOOX00UMbL 01t Onpedeienust
demanei CI0KHbIX KACMOUHBLX NPOUECCO8 HA MOAEKYAAPHOM yposHe. [l 3mozo mpe-
byemcs ouucmra 6eax06 U OpYzux YuacmEYOUUX 6 UHMEPECYIOUeM NPOUEcce KOMNO-
nenmos. beaxu 6 pacmeopumom Kaemounom SKCmpaKme MOKHO OUUCTUND MEMOOAMU
KOJOHOUHOU XPOMAMOepahuul; mun Mampuibl KOJIOHKU onpedesem, no Kakomy npu-
3naxy 6yoym paszoensimvcs GUOL0ZUUecKU aKmusHvle OEIKU: N0 MOJIEKYAAPHOU Macce,
eudpoghodrocmu, pacnpedesenuio 3apsoa uau cpodcmsy K opyezum moaexy.iam. ObviuHo
npu ouucmre 6€10K nOouePeoHo NPONYCKAM uepes HeCKOIbKO KOJIOHOK — NOJYUeHHbIE
6 000U KoI0HKe 0bozawentbvle hpakyuu nomewarom 6 ciedyouyio. Memod pexomobu-
nanmuvix /THK, xomopuiii 6ydem onucan nuxe, no3eoisiem npuxpenisamo k 6eaxam
CneyuaIbible MApKepvl Y3HAGaAHUsl, 4Mo 3HAYUMETLHO YNpouydem oUucmyy.
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8.3. AHanus 6enKoB

Beskn yuactByioT B GOJIBIIMHCTBE IPOLECCOB B KJIETKE: OHU KATAIN3UPYIOT MeTabo-
JITYECKHE PEAKIMU, TH/IPOJIN3YIOT HYKJIEOTH/IbL [/ COBEPIICHNUST MEXaHUIECKOH paGoThI
U CJIy>KaT [VIABHBIM CTPYKTYPHBIM 2/IeMeHTOM KJleTKH. OTpoMHOe pasHooOpasue CTPyKTypbl
n (pyHKIMI GeIKOB CTaJIO IPUYNHON Pa3pabOTKU MHOXKECTBA METO/I0B UX aHA/IN3a.

8.3.1. benkn MoXXHo paszaenuTb Npy NomolLuy 3neKTpodpopesa B Nonu-
aKpunamMugHomMm rene B npucyTcTBum goaeuuncynbdara Hatpua (ACH)

O6bryHO GEsIKM HEeCYT CyMMapHbIN TIOJOKUTENbHBIN WM OTPUIIATEIbHBIN 3apsijl,
Orpe/IesITeEMbIN COCTABJISIONMMHI UX 3aPSPKEHHBIMI aMIHOKUCJIOTHBIMU ocTatkamu. Ha-
JIOJKEHHE 3JIEKTPUUYECKOTO TIOJIS HA COJIEpIKaInil GEJTKOBYIO MOJIEKYJIy PACcTBOP 3aCTaB-
JisteT GeJIOK JIBUTAThCS CO CKOPOCTBIO, 3aBUCAIIEH OT ero CyMMapHOro 3apsijia, pasmepa
1 (opMbI. DTO CBONCTBO MCIOJIb3YIOT, TIPOBO/IS 3J€KTPOdOpe3 B MOIHAKPHIAMH/THOM
reae (ITAAT) B mpucyrersun JICH (JICH-IIAAT). OGoraiieHHblii MOIEPEeYHbIMU
CIIMBKAMU TIOJIMAKPUJIAMU/THBIN TeJlb MCIOJb3YIOT B KAaueCTBe WHEPTHOI MaTpHIIbI,
4yepe3 KOTOPYIO JABIKYTCsS Gesiku. ['esib PUroTaBinBaioT 1myTeM oJIMMepU3aliii MOHO-
MEPOB; Pas3Mep TOP MOKHO TIPOM3BOJIBHO BbIOpPATh TaKUM 00Pa3oM, 4TOObI OHU ObLIH
JIOCTATOYHO MAJIbl ISl 3aMeJVICHUs JIBUXKEHUS OIpe/iesIeHHbIX MoJiekysr. Camu 6esku
MTOMEITAIOT He B MIPOCTOI BOJHDBIN PAacTBOP, a B PACTBOP, CO/AEPIKAIINN CUJIbHBIN OTPHU-
HaTeIbHO 3apsiyKEeHHbIIT geteprenT — pogermicyabdar narpus, JICH (puc. 8.17). dror
JIETEPreHT CBSA3bIBAETCS € THAPOPOOHBIMU 06JIACTSMEU OEJIKOB, YTO TIPUBOJNT K PA3PbIBY
cBsi3eil GEIKOBBIX MOJIEKYJI JIPYT C JIPYTOM WJIn
MOJIeKyJIaMu JIMTTU/O0B. B pesysbraTe kaxias Mo- CH,

Jiekysia 6eJika B PacTBOPE JleTepPreHTa HaXOUTCs |

B CBOGO/THOM PacTBOPEHHOM cocTosiiun. [loMumo |
3TOTO, JIJisI pa3pbiBa S—S cBs3eil B 6eKax 0ObIYHO CH,
JIOGABJISIIOT BOCCTAHABJMBAIONIUI areHT, HalpuMep |
B-MepranToaTaHos. ITO MO3BOJSET AHATUIUPO- |
BaTh OT/IEJIbHbIE TENTH/IbI, BXO/SIINE B COCTAB CH,
MYJIbTUCYObEIMHIYHBIX OEJIKOB. |

UTo mpoMCXOUT, KOr/la CMECh PACTBOPEH- |
Heix B JICH 6enkoB mporyckaioT uepes cJioi CH,
MOJIMAKPUJIAMUIHOTO Tesist? Kaxkaas MoJiexysa |
CBSI3bIBAeT GOJILINIOE KOJMYECTBO OTPHIATETHHO |
3apSPKEHHBIX MOJIEKYJ JIETEPreHTa, 4TO MacKu- CH,
pyeTr coOCTBEHHDBIN 3apsi/i 6ejKa U 3acTaBJisier |
€ro JIBUTATLCS K TOJIOXKUTEJBHOMY 3JEKTPOIY |
[IPU HAJIOXKEHUN PA3HUIIbI MOTEHIINAIOB. bBeskn CH,
O/ITHAKOBOTO pa3Mepa Gy/IyT JIBUTAThCS Yepes TeJib

C OJIMHAKOBOM CKOPOCTBIO, TaK KaK, BO-TIEPBBIX, | OH
(0]
| |
Puc. 8.17. fletepreHT gopeumncynbdar Hatpusa (ACH) n Boc- 0 ©) CH,

CTaHaB/AMBaIOLWMIA areHT B-mepKanToataHon. 3Tu 4ga coeam-
HEHMA UCMOAb3YIOT ANA CONOBUAM3ALMMN 6ENKOB C NOMOLLbIO Na® SH
anekTpodopesa B NOAMAKPUNAMUAHOM rene B NpUCYTCTBUN

[CH. 3aecb n3o06paxkeHa ero MoHM3MpoBaHHas Gopma. ACH p-MepkanTosTaHon
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oHu ObLIN MOJHOCTBIO pasBepHyTbl Tpu nomoiiu JICH, u, cienoBaresbno, uMeioT
O/IMHAKOBYIO (POPMY U, BO-BTOPBIX, OHU CBsi3asin ojuHakoBoe kosmuectBo JICH w,
CJIeIOBATEIbHO, HECYT OJIMHAKOBBIN OTpullaTesbHblil 3aps. Ha Gomee kpyiitbie Geku
¢ GoJibIM 3apsiioM OyIyT AeficTBoBaTh GOJIbIIINE JJIEKTPUYECKUE CUJIbI, U OHU OYIyT
cuiibHee TOpMO3uThes. B mpocrom pactBope atu sBa addekra uckmounan Obl ApyT
JIPyra, HO B CETKE TOIMAKPUIAMUIHOTO TeJIsl, IEHCTBYIONIEr0 KAK MOJIEKYJISIPHOE CHUTO,
GOJIBIIITE MOJIEKYJIBI OYIYT 33€PKUBATHCS B 3HAUNTETHLHO GOJIBITIEH CTETIeHN, YeM MaJIble.
B pesysibrare cioxnast cMech GEKOB pas/iesisieTcsi Ha OT/Ie/IbHbIe OJI0ChI GEJIKOB, pac-
IOJIOKEHHBIE B 3aBHUCUMOCTH OT MOJIEKYIIPHOI Macchl Mosieky.ibt (puc. 8.18). Coneprka-
1uecst B GOJIBIIIOM KOJIMUecTBe GEJIKY JIETKO 3aPeriCTPUPOBATD IIyTEM OKPAITMBAHUST UX
B reJie, HanpuMep, pactBopoM Kymacen (6pumantosbrii cunmii). laske comepskangiecst
B MaJioM KoJinuecTBe GEeJIKM MOKHO YBUJIETb B Tejie, ecjiu J0O6aBUTH cepeOpsHbI 1In
30JI0TOI Kpacutesib. MUHUMANIbHOE KOJINYECTBO O€JKa, KOTOPOE MOYKHO OIPEIETUTh
B 1osioce, cocrasister 10 HI.

JICH-ITAAT 1mupoko npuMeHsIoT, TaK KaK OH MO3BOJISIET PA3/IEUTh JIOObIE TUIIbI
6eJIKOB, BKJIIOYAsl T€, KOTOPbIE B HOPMAJbHBIX YCJOBUSX B BOJI€ HEPACTBOPUMbBI, Ha-

a) obpaseL, HaHOCUTLCA Ha refb 6) 6Gernok n3 2 cybbeanHuL,
npwv NOMOLLY NMUNETKN A n B, coeanHeHHbIx 6enok
kaTon . Ancynb@uaHbIM MOCTUKOM 13 1 cyObeanHuLbl
NNacTUKOBbLIA KOPMYC
) ¥ A B C
| /
-S-5

L —

Bydbep | |

HAFPEBAHWE C 1ICH N MEPKAMTO3TAHOJIOM

renb—— (@ aHop, ¢ l

-SH
HS-
Gydep— monekynsl [ICH
3apsikeHbl

A
Puc. 8.18. dnekTpodopes B NoAnaKkpunammaHom | B OTPUUATEnLHO

rene 8 npucyrcraum ICH (ACH-MAAT). a) Aqeiika 3NEKTPO®OPES B MOMMAKPUIAMUAHOM FENE
anasnektpodopesa. 6) OTae/bHbIE NOAMNENTUA-
Hble Lenu 0bpasyoT KOMMIEKC C OTPULLATEIBHO l l o
3apAXKeHHbIMU MONEeKynamn aogeumscynbdata
HaTpua (ACH) 1, TakMm 06pazom, ABMKYTCA Yepes
MOPUCTLIN NOAMAKPUNAMUAHBIN renb B dopme
Komnnekca OCH-6enok. MOCKoNbKY CKOPOCTb
ABWXXEHUA NPpU TakMX ycnosuax byaet Tem 6onb-
e, YeM MeHbLLe 6EeNOK, STOT METOA, MOXKET BbITb
MCM0b30BaH /1 OLLeHKM MOIEKYNAPHOM Macchbl
noaMnNenTUAHON uenu n cybbeaAMHUYHOrO co- A

ctaBa 6enkoB. OpHako, eciv 6enoKk coaepKut

60/1bLLI0e KONIMYECTBO YITIEBOAOB, €10 ABUMKEHUE

6yaeT aHOManbHbIM, U NOYYEHHAA MPY MOMOLLM \ ®
[OCH-NAAT npumepHas monekynsapHou macca by- Crown nonuakpuiamuaHoro rens
AeT HenpasBuIbHOMN.
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npuMep MeMGpanubie Oenku. [TOCKOJbKY MOJUIENTH/IbI PA3/EsIOTCs 0 pasMepy,
MeTO/] MO3BOJISIET CY/IUTb O MOJIEKYJISIPHON Macce U CyObeAMHUYHOM COCTaBe OEJKOB.
Ha puc. 8.19 npencrasiena doTtorpadus ress, NCIOTb30BAHHOTO [ AHAIN3a KKI0TO
JTala OUYMCTKU OeJIKa.

8.3.2. Cneuyndunueckne 6enkn MOKHO OOGHapYKUTb NnyTem rubpunagnsa-
LUKM C aHTUTENaMMN

OnpeziesieHHbBIIT GeTOK MOKHO HIEHTU(HDUIMPOBATD Tocsie (ppaximonrpoBanus B [TAAT
MyTeM HKCIIOHUPOBAHMST BCEX MPUCYTCTBYIONIUX B Tesie OeKOB K CIennpuuecKoMy aHTH-
TeJTy, CBI3aHHOMY C PAIMOAKTHBHBIM N30TOTOM, JIETKO PETHCTPUPYEMbBIM (DEPMEHTOM TN
(paryopectientabM KpacuteseM. /[lng ymo6cTBa Bee pasjiesieHHble GesKH, HaXOATIIecs
B rejie, cHauasa repeHocsT (MyTeM «IPOMOKAHUS», OTCIO/la AHTJIMICKUN TepMuH «6/10T-
TUHT») Ha HUTPOIEJUTIONO3HYI0 GyMary Win HeilJIoHOBy0 MeMGpany. IToce moMelenst
MeMOpaHbl Ha TeJib HAJIATAIOT CUJIbHOE 3JIEKTPUUECKOE TOJIe, KOTOPOe 3acTaBJsieT OesKi
BBIXO/IUTD U3 TeJis M TIEPEXONTD Ha MeMOpaHy. 3aTeM MeMOpaHy BHIMAUMBAIOT B PACTBOPE
MEeUYeHOr0 AHTHUTEJIA, YTO MO3BOJISIET OGHAPYKUTD HYKHBIN GeIOK. ITOT METOJT OOHAPYKEHNUST
GEJIKOB Ha3bIBAETCSI BECTEPH-OJOTTHHT, 1 uMMyHOOa0TTHHT (puc. 8.20).

8.3.3. MaCC-CI'IEKTpOMETpVIﬂ ABJIAETCA BbICOKOYYBCTBUTEJIbHbIM METO-
AoOM I/IAeHTI/I(I)I/IKaLIl/Il/I Hen3BecCTHbIX 6eNKoB

Kurrerounbie 6no0TH 1 GUOXUMUKY YaCcTO CTAJTKUBAIOTCS € 3a/1a4€eil nieHTuuKaImm
OJTHOTO WJIM HECKOJIbKUX OEJKOB, MOJYYEHHBIX OJHUM W3 paHee OMHCAHHBIX METOIOB
ounctku (cM., HarpuMmep, puc. 8.16). TTockoabKy reHOMbI HanGoiee PacpOCTPAHEHHBIX
AKCIEPUMEHTAIBHBIX OPTaHN3MOB paciipOBaHbl, CYIIECTBYIOT KaTAJIOTH BCEX CHHTE3U-
PYEMBIX B 3TUX OpPraHu3Max GesIKOB. JTO YIIPOIIAeT 33/1a4y WAeHTUMUKAIIN HEN3BECTHOTO
Geska (i Habopa HEM3BECTHBIX GEJIKOB), TAK KaK Telepb HEOOXOIMMO JIUIIb CPABHUTh
HEKOTOPbBIE M3 COEPKANIXCS B 06pasiie aMIHOKNCJIOTHBIX TI0CJIe/I0BATEIbHOCTEH € U3-
BECTHBIMM TeHaMW. B HacrosIiee BpeMs st

9TOr0 IMPAKTUYECKU ITOBCEMECTHO ITPUMEHIIOT T2 3 45 MonekynapHas
mMacca
Macc-CIIEKTPOMETPHIO B COYETAHWM C KOMIIbIO- (nankToms)

TEPHbIM IIOUCKOM 110 6a3aM JIaHHbBIX. ~ 100 000

Puc. 8.19. AHanu3 6enKoBbIX NPO6 NPY NOMOLLM 3N1EKTPO-
¢opesa B nonnakpunamugHom rene B npucyrcrsum ACH.
Ha ¢doTtorpadum nsobparkeH oKpalleHHbI Kymaccu renb,
MCNONb30BaHHbIN ANA 06HaPYKeHWA BeKOB Ha Pa3INYHbIX
CTafmax ouynucTkn depmerTa. Caman neBas JOPOXKKA (ao-
poXKKa 1) coaepuUT CNOXKHY cMecb 6enKoB U3 UCXOAHO-
ro KNeTOYHOro 3KCTpaKTa. Kaxaan cnepyrowas fOPOKKa
NoKa3biBaeT 6enku, NoayyeHHble nocne xpomatorpaduue-
cKoro GpaKkuLMOoHNPOBaHMA HGenkoBoi nNpobbl, NpoaHanu-
3MPOBaHHOW Ha NpeAblayLieit AopoxKKe (cm. puc. 8.14).
Ha cTapT Hag, Kaxaon SOPOXKKOWM NOMELLANN O4MHAKOBOE
KonmyecTtBo 6enka (10 mKr). OTaenbHble 6enKun 06bI4HO Bbi-
TNASAT KaK YeTKMEe OKpalLeHHble NMOM0Chl, O4HAKO nosoca
MOXKET YLWIMPATLCA, €CIN OHA COAEPMKUT CAMWKOM MHOTO
6enka. (M3 T.Formosa and B. M. Alberts, J. Biol. Chem. 261: - 15000
6107-6118, 1986.)

—40 000
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a) 6)

Puc. 8.20. BectepH-610TTUHT. Bce 6enKkun M3 AeNAWMXCA KNeTOK Tabaka B Ky/lbType CHayana pasgenstor
npu NOMOLLM ABYMEPHOro 3n1eKTpodopesa B NOAMAKPUIAMUAHOM rene (MeTos onucaH Ha pucyHke 8.23).
Ha (a) nonoxeHve 6enKkoB onpeaeneHo nNpu NOMOLLYM YyBCTBUTENbHOIO HenkoBoro Kpacutens. Ha (6) pas-
[AeNeHHble B OAMHAKOBOM refie 6e/ku nepeHeceHbl Ha IMCT HUTPOLLENNHON03bl M SKCMIOHUPOBAHbI K aHTUTeNY,
cneunduuHomy K 6enkam, dochopmaMpoBaHHbIM BO BPEMA MUTO3a MO OCTaTKaM TPEOHWHa. MonoxeHne
nopsAZKa AtoXKMHbI 6eNKOB, C KOTOPbIMM CBA3ANI0Ch JaHHOE aHTUTENO, ONPESENAoT NPU NMOMOLLY CBA3AHHOTO
¢ bepMeHTOM BTOPOro aHTUTeNa. ITOT METOZA, TaKKe UHOTAA Ha3blBAOT MMMYHOBNOTTUHIOM (UM BECTepH-
610TTUHrOM). (M3 ). A. Traas et al., Plant J. 2: 723-732, 1992. C ntob6e3Horo paspewwenus Blackwell Publishing.)

JlunaMuKa 3apsoKEHHBIX YacTHIl O/ JIEHCTBUEM 3JIEKTPUYECKOTO W MATHUTHOTO
moJiell B BaKyyMe MOJUUHSIETCST CTPOTAM 3aKOHAM. JTOT MPUHIIUI UCIOJb3YIOT B Macc-
CIIEKTPOMETPUH 71 Pas/ieJIeHnsT HOHOB B 3aBUCHMOCTHU OT OTHOIIEHUST X MACCHI K 3apsiTy.
ITO HEBEPOSITHO UYBCTBUTE/IbHBIN MeTo/1. [l Hero Tpebyercst oueHb Majioe KOJIM4ecTBO
BEIECTBA, 1 OH MO3BOJISIET ONPE/IENATh TOUYHYIO MACCy UHTAKTHBIX GEJIKOB U IENTH/IOB,
TOJTyYeHHBIX IMyTeM (hepMEeHTATUBHOTO WM XUMIYEeCKOro paciierierns. [lomyuernbie
Macchl OY€Hb TOYHBI; 4acTO ommbOKa MeHbIle 4eM ofHa MumonHas. Hambosee pac-
MIPOCTPAHEHHBIN BH/| IAaHHOTO MeToJla — 3TO MAMPUUHOAKTNUSUPOBAHHAS JA3EPHASL
decopbuyust/ uonusauus. ¢ epemanpoiemuvim macc-anaiuzamopom (MALDI-TOF).
[Tpu atoMm noaxoe comepskainuecst B o6pasiie GeIKN CHaYa a PaCceNIsioT 10 KOPOTKIX
MENTUAOB. DTH MEeNTHIbI 3aTeM CMEIUBAIOT C OPTAHUYECKON KUCTIOTOH U BBICYIINBAIOT
HA METAJIMYECKON WJIM KepaMUYeCKOil NOoJIoKKe. 3aTeM o0pasel] 06JIydaioT JIA3epoM,
U TEeNTUIbI MOKUAAIOT MOJIOKKY B BUI€ MOHU3UPOBAHHOTO Ta3a, B KOTOPOM KaKIas
MOJIEKyJia HeceT OJMH Wau 6oJjiee MOJIOKUTENbHbIX 3apsi/ioB. MonusupoBamubie Tier-
TUZIBI YCKOPSIIOTCST B 3JEKTPUYECKOM TIOJIe U JIeTAT B CTOPOHY Jerekrtopa. VX macca
U 3apsiji OLPEIEISAIOT BPEMSI, 32 KOTOPOE OHU JIOCTUTHYT J€TEKTOpa: GOJIbIINE TEITH bl
JIBIDKYTCSI MEJIJIEHHEe, a YACTHUIIbI ¢ GOJIbIINM 3apsijioM — ObicTpee. AHAIM3UPYST TaKue
MOHU3MPOBAHHbBIE TTETTUIBI, HECYTIINE eIMHCTBEHHDIN 3aps/T, MOKHO OIPE/IeNTh TOYHYIO
Maccy cojiep:aiiuxcs B ucxoganoM obpasiie nentuos. MALDI-TOF Tak:ke MO3KHO uc-
10JIb30BATD [IJIs1 TOYHOTO OTIPEIENeHHs] MACChI HHTAKTHBIX OeskoB Maccoil 10 200 Thicstd
k/la. Ilomyuennyio nuadopmaiuio 3aTeM UCHOIb3YIOT JJisi IOUCKA 110 TEHOMHBIM 6azaM
JIAHHBIX, B KOTOPBIX COAEPIKATCS MACChI BCeX OEJKOB 1 UX IIPEANOJIaraeMbIX HENTHIHbIX
(bparMeHToB, IMOJyYeHHbIE M3 MOCIe0BATeIbHOCTH reHoMa opranusMa (puc. 8.21, a).
OHO3HAYHOE COBIIAJIEHNUE C OIIPe/IeIEHHON OTKPBITOH PAMKON CUUTBIBAHUS MOYKHO TTOJTY-
4YUTb, 3HAS MACCY JIUIIb HECKOJbKUX TENTH/IOB, BXO/SIIUX B COCTAB JJAHHOTO GeJiKa.

MALDI-TOF nosBosisier moyuuTb TOUHYIO MOJIEKYJSPHYIO Maccy GeJqKOB U Iel-
0B, Bosee Toro, MCnoab3yst OJHOBPEMEHHO J[Ba Macc-criekTpomerpa (Takoe coyeraHue
Hocut HazBarne MC,/MC), MOKHO HAIIPAMYIO OIIPEJAETUTh AMUHOKHUCIOTHYIO MOCJAEA0BA-
TEJIbHOCTD OT/IEJIbHBIX TIENTH/IOB B CIOKHON cMecn. Kak ommcano Beiiie, o6paser; 6eika
CHayaJia PacIIeTIioT Ha MENTHbl MEHBIIEr0 pa3Mepa, 3aTeM Pas/IesisioT TpH TOMOIIN
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NHTEpeCyoLLMN
6enok

NENTWAbI, MONYYEHHBIE
MOCNE PACLLEMNEHNA
TPUMCUHOM; X MACCY
MN3MEPAIOT MNMPU MOMOLLMN
MACC-CINEKTPOCKOMA

MALDI-TOF

NP NOMOLL MACC-CNEKTPOMETPA
OMPELOENAKOT MOJEKYNAPHYO MACCY
MNEMNTWOOB, KAK 1 B CITYHAE (A)

OANBHEVLIEE PACWEMNNEHVE
NENTWAOB MO NENTUOHBLIM

CBA3AM
0 m/z (oTHowweHwne maccel k 3apagy) 1600
j j MOMNEKYNSAPHBIE MACCbl ®PATMEHTOB

cogepkaHune

W3MEPSAIOTCSA HA BTOPOM JBOVHOM
MACC-CMNEKTPOMETPE (MS/MS)

MOWUCK MO BA3AM JAHHLIX AMUHOKNCNOTHBIX

NOCHELOBATENLHOCTEM BENKOB COBMALEHM o _
C TEOPETVMUECKVIMA MACCAMM, z _ His Glu-Leu- Ser-Asn.Glu—
PACCUMTAHHBIMW 7151 BCEX NEMTWAOB, g 7231852 1 oeh !0
NONYYEHHBIX NOCHE PACLUEMAEHWS TPUNICUHOM a o 1295
& 586
[§]
200 m/z (oTHowweHue macchl k 3apsiay) 1500
OMPE/[IENEHVE COOTBETCTBYIOLLETO MEHA PASIMUMSA MO MACCE MEXTY ®PATMEHTAMM MOXHO
a) MCMONB30BATb ANA BOCCO3AAHNSA YACTM
AMVHOKVCNOTHOW NOCNEAOBATENBHOCTU. 3TN JAHHBIE

No3BONAT MAEHTUOULIMPOBATL 'EH U MOMOYb

6) B PASPABOTKE METOAOB EIO KNOHNPOBAHWA

Puc. 8.21. Ucnonb3oBaHWe Macc-CNEKTPOMETPUU ANA UAEHTUDMKALUM 6eNKOB U CEKBEHMPOBAHUA NENTUAOB.
BblaeneHHbIV 6e10K paclennsatoT TPUNCUHOM, U NenTUAHbIE dparmeHTbl NOMELLAIOT B MacC-CNEKTPOMETP.
[Hanee ans npeHTUdMKaLmMm 6e1Ka MOXKHO MCNOb30BaTh [1Ba NoAXoA4a. (a) B nepsom meToze Macchl NenTUaoB
onpeaenstoT HaNnPSAMY NPKU NOMOLLM Macc-cnekTpomeTpum MALDI-TOF. 3atem nonckom no 6a3am AaHHbIX
HaXOAAT reH, KoaupyoLW M 6eNoK, Yelt pacyeTHbIV Npoduab pacleneHns TPUNCUHOM COBMNAZAET C MONyYeH-
HbIMW 3HayeHMAMU. (6) Macc-CNeKTPOMETPUA TaKKe NO3BONAET HANPAMYH ONpPesenUTb AMUHOKUCIOTHYHO
nocnefoBaTeNbHOCTb NENTUAHBIX pparmeHToB. B JaHHOM Npumepe TPUNTUYECKMe NenTuabl CHavyana pasae-
JIAIOT B MAcC-CMEKTPOMETPE B 3aBUCMMOCTM OT MacChl. 3aTem KaxKAbll nenTua, ele 6onblue parmeHTUpyeTcs,
B OCHOBHOM MyTeM pacLuenieHna NenTuaHbIX cBA3el. B pesynbtaTe nosyyaeTca BAOKEHHOE MHOMECTBO
nenTUAOB, PAa3IMYAIOLMXCA NO Pa3Mepy Ha OAHY aMUHOKUCAOTY. ITU GparmMeHTbl MOMELLLAIOT BO BTOPOW CO-
NPAXKEHHbIN MacC-CNEKTPOMETP M OnpeaenatoT X maccy. PasHOCTb Macc AByX 671M3K0 CBA3AHHbIX NenTUL0B
MOYHO MCMNO/Ib30BaThb A/1A ONpeAeeHNa «IUWHeN» aMUHOKMCAOTbI. MNocpeacTBOM NocnefoBaTeIbHOro
NOBTOPEHUA 3TOM MpoLEesypbl MOXHO ONPesfenUTb YaCTUYHYD aMUHOKUCIOTHYHO NOC/eA0BaTe/IbHOCTb UC-
XOAHOro 6esKa. Ana HarnAAHOCTM NOoKasaH aHanu3 obpasLa 13 oaAHOro ounLeHHoro 6enka. Ha camom gene,
MaCC-CNeKTPOMETPUIO OBbIYHO MPUMEHAIOT A1A cMecu BenkoB, NoNyYeHHbIX, Hanpumep, ona abPpuHHOM
xpomatorpadum (cm. puc. 8.16), 3To No3BoONAET UAEHTUGULMPOBATL BCE NPUCYTCTBYHOLLME B CMECU MOJIEKY/IbI.
Bonee TOro, macc-cnekTpomeTpua cnocobHa TakKe onpeaenaTb NOCTTPAHCAALMOHHbIE MOAMbUKALLMM B6eNKoB,
KaK OMMCaHo B TEKCTe.
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Macc-criekrpoMerpun. Kaxpiii nentuzi 3ateM )parMeHTUpYeTcs eliie GOJIbIIe 3a CUET CTOJ-
KHOBEHISA C BBICOKOIHEPTETHUECKUMHI aTOMAMI Ta3a. DTOT MeToT (DparMeHTaIii B OCHOBHOM
HATIpaBJieH Ha Pa3pyIlIeHUe MEeNTUIHBIX CBSI3el, YTO IPUBOAUT K 0OPA30OBAHUIO «JIECTHUIIbI>
(pparMeHTOB, OTIUYAIONIINXCS HA OJHY AMIHOKHUCJIOTY. Bo BTOpOM Macc-CeKTpoMeTpe 9TH
(bparMeHTBI pasfensaioT U ONMpeaessioT UX Maccy. AHATM3UPYS 9TU Pa3andnsg B Maccax,
MOKHO BOCCTaHOBHTH aMHHOKHC/JIOTHYIO TI0C/Ie0BaTeIbHOCTh nentuga (puc. 8.21, 6).
MC/MC ovenp mose3Ha I HAXOKIEHUS W OMPEIETEHNS TOYHOTO TOTOMKEHVST
MOCTTPAHCJISAIMOHHHBIX MO i uKaiuii 6eKoB, Harnpumep (hochOPUIMPOBAHUS UIH AIIETH-
JupoBanusd. [[ocKOAbKY 9TH MOIMGUKAIIN TIPHBOAT K XapaKTEPHOMY YBEJMYEHIIO MACChI
AMUHOKHCJIOTBI, WX JIETKO JIETeKTUPOBATh TIPH TIOMOIN Macc-crieKTpoMerpun. B riase 3
MbI TOBOPUJIN, YTO TIPOTEOMUKA — TEPMUH, OOBEAUHSIONINI MHOMKECTBO PA3JIMUHBIX IKC-
[ePUMEHTAJIBHBIX METO/IOB, — TIPECTABJISIET COOO0N OIUcaHue BeeX GeTKOB KJIETKH, BKIIOYAst
Bce 6eoK-0eIKOBbIE B3auMO/IENCTBUS U TIOCTTPAHCISIIIMOHHBIE Moindukaruu. B coueranun
¢ GBICTPBIMU METO/[AMI OYUCTKH, OIMMCAHHBIMU B IIPE/bILYIIEM pa3JieJie, MacC-ClEKTPOMETPHS
crajia HauboJiee MOTYIECTBEHHBIM METO/IOM HAXOK/IEHUS TTOCTTPAHC/SIIIMOHHBIX MOU(U-
Kalnii Kak JaHHoOTo OeJiKa, Tak U BceX OeJKOB, CBSI3AHHBIX C HUM B IIPOIECCE OUUCTKH.

8.3.4. iBymepHbie MeToAbl pasgeNieHNA UCKNIUYNTENbHO 3P PEKTUBHDbI

Pasmble 6eku MOTYT 061a/1aTh OIMHAKOBBIM pa3MepoM, (HOPMOii, Maccoii u cymMap-
HBIM 3apSI/IOM, TTO3TOMY GOJIBITMHCTBO METO/IOB PAs/IeJIEHHs], TAKIX KaK TeJIb-2IeKTpodopes
B TIOJIMAKPUJIAMU/THOM TeJie WM HOHOOOMeHHast XpoMarorpadusi, 0ObIYHO HECTIOCOOHBI
0GHAPYSKUTD Bce OeJIKHM KJIETKU WJIN XOTS Obl OpTaHesIbl. B oT/mane oT 3THX MeTOOB,
JIBYMEDHBIii reJib-31eKTpodopes, B KOTOPOM HCIOJIb30BAHbI /[BA PA3IUYHBIX MOAXOA
K paszenennio 6ekoB, obmagaer paspemenueM B 2000 6enkos (910 0o6mmee 4ncio pas-
JIMYHBIX GEJIKOB B TIPOCTON GakTepru) Ha JABYMEPHOI Kapre GEIKOB.

Ha nepBoM 1iare GeJKu pas/esisiioT TI0 WX XapakrepHoMy 3apsy. O6pasell pac-
TBOPSIOT B MaJIEHBKOM 0GbeMe PacTBOpa HEMOHHOTO (He3apsiKeHHOI0) JIeTeprenTa, co-
JIepsKaIero Takke [3-MepKamToaTaHo I 1 JIeHaTypupyIolniee XUMIYECKOe COeINHEHNe —
MoueBHHY. B aTOM pacTBope Bce HelnTuHbIe el JeHATYPUPYIOT U JUCCOIIMUPYIOT, HO UX
COOCTBEHHBIN 3aps/l TIPH 9TOM He MeHsdercsd. llosmmenTu/iHbe e 3aTeM pas/IesisTioT
B rpajimente pH mpu noMonm Metosia #3031eKmputeckozo (hoKycuposanus, OCHOBAHHOTO
Ha MI3MEHEHNH CYMMAPHOTO 3apsijia MOJIEKYJTbI GeJika B 3aBUcuMocTi oT pH okpyskatoiero
pacrBopa. Kaxplii 6e/IoK nMeeT XapaKTepHyIo U309JIeKTPUIECKYIO TOUYKY, TO ecThb pH,
TIPM KOTOPOM OH He HeceT CyMMapHOTO 3apsija 1, CJieIoBaTeIbHO, He JIBIKETCS B 3K~
TpudeckoM TioJie. [1pu nzoamekrpuaeckoM (hOKYCHPOBAHUN GEJKHU ANMEKTPOPOPETHIECKH
pasesdioT B Y3K0il TpyOKe MOJMaKPIJIaMHI/HOTO Tesid, B KOTOPOM TIPU TTOMOIIN CMeCH
crienmaibHbIX OydepHbIX pacTBopoB 3aai0T pH. Kaskpiit Gesiok IBIZKETCS B TpaiieH-
TE /10 MeCTa, COOTBETCTBYIOIIETO €T0 M303JIeKTPIUYECKOH TOUKe, 1 OCTAHABINBACTCS TaM
(puc. 8.22). 910 mepBoe MPOCTPAHCTBEHHOE M3MEPEHHE JBYMEPHOTO 31eKTpodopesa
B TIOTMAKPUTIAMHUJTHOM TeJIe.

Ha BTOopoM mrare y3Kwii reJib, CoZiepKaniiii pa3/iesieHHbie 6eJIKi, BHOBD TIOIBEPTAIOT
anekTpodopesy, HO B TIEPIEHANKYIIPHOM OTHOCHUTEIHHO TEPBOTO Iara HapaBIeHIH.
B arot pas gob6asasior JJCH, n 6efKkn pasaessioT B COOTBETCTBUN C UX PasMepoM, Kak
B oxHoMepaoM JICH-ITAAT; ucxommbrii y3kuii reb BbiMaumBaioT B JJCH u momemmaor
Ha Kpail TiacTiHbI nosmakputamuanoro resist ¢ [ICH, yepes KoTopblit 6y1yT MUTPHPOBATDH
MOJMTIeNTH/IHDbIE Tien. B pesysbrate Kaskapiii 6eok Oyzaer (opMUPOBATh OT/ETbHOE
MATHO. JTO BTOPOE MTPOCTPAHCTBEHHOE N3MEPEHNe ABYMEPHOTO aJieKTpodopesa B moJna-
KpusamMugHOM Tesie. He paszesngrorcs jaummb 6eTKd, UMeIoNe Kak OMHAKOBBIN 3apsl,
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Puc. 8.22. PasgeneHue mosieKyn 6e1KoB MeTogoM M303/1IeKTpUYecKoro ¢poKkycupoBaHus. Mpu HM3Kom pH
(BbICOKOW KOHUeHTpauumn H*) KapboKcuabHble KMCNOTHbIE rpynnbl 6eKoB He 3apsaxeHbl (-COOH), a ux co-
AepsKalume a3oT OCHOBHbIE FPYMMbl 3apsAxeHbl NOMHOCTbIO (Hanpumep, —NH,*). B pesysibTate 60bWMHCTBO
6e/1KOB B TaKWX YCN0BUAX ByyT HECTU NMONOKUTENbHbIN CyMMApPHbIN 3apAas. Mpu BbICOKOM pH KapboKcunbHble
KMC/IOTHbIE rpynMbl 3apsKeHbl oTpuuatenbHo (~CO07), a OCHOBHbIE rpynnbl He 3apsaxeHbl (Hanpumep, —NH,),
nosaTomy 60/bLIMHCTBO 6ENKOB HecyT OTpULATeNbHbIN 3apaa. Mpu u3osnekmpuyeckom pH 6enok He nmeet
CYMMApPHOrO 3apAza, NOCKO/IbKY NONOXKMUTE/IbHbIE U OTpULLATE/IbHbIE 3apALbl HAXOAATCA B PaBHOBECUN. TaKUM
06paszom, Korga TpybKa, copeprallian GUKCMPOBAHHBIN rpaaneHT pH, noasepraeTca BO3AEUCTBUIO CUIbHOTO
3N1eKTPUYECKOrO NOAA B NOAXOAALLEM HanpPaBAEHUW, Kaxabln Tun 6enkos B 0bpasue byaeT ABuratbcs A0 Tex
nop, NMoKa oH He chOPMUPYET YETKYIO MOIOCY B CBOEIN M303/1EKTPUYECKOM TOUKE, KaK MOKA3aHO Ha PUCYHKe.

TaK U OAMHAKOBYIO Maccy, HO 3TO peakuii caydaii. [Ipm momommn paamoastorpacdumn,
ecsin Ha GEJIOK CHAYasla TIOMETUIN PAJUOU30TOIL, UM PABJIUYHBIX METO/IOB OKPAIBa-
HUSI MOKHO OGHAPY/KUTDH JIaXKe CJIEJIOBble KOJIMYECTBA KAXK/OU MOJUMENTUIHON 1ern
(puc. 8.23). Metoa 061a1aeT O4EHb XOPOIIMM Pa3PEIIeHneM, MO3BOSIONINM OTINYNTh
O€eJIKI, PA3INIAIONINECS] HA OIHY 3aPSDKEHHYIO aMUHOKHUCJIOTY .

B nacrosiiiiee BpeMsi IoCTyIieH JAPYToii, etie 6oJiee MOTYIECTBEHHDIH «/IByMEPHbBII»
MeTO/l, HAIPABJIEHHBIA Ha OIlpe/ieieHne Bcex GEJIKOB, COJEPIKAIIUXCS B OpraHesiie Win
JIPyTOii cJI0KHON cMecr 6eqKoB. [10CKOBKY MeTO OCHOBAH HA Macc-CIIEKTPOMETPHH, OH
HOAXOAUT JIJisi GEJIKOB, BBIJIEJIEHHBIX U3 OPTaHU3MOB C MOJHOCTBIO PACHTH(POBAHHBIM
reroMoM. CHavasia IPUCYTCTBYIOIINE B cMecH GeJIKU PACHIEIVISIOT TPUIICUHOM, YTO /[T
6oJiee KOPOTKHUE MENTUIbl. 3aTeM 9TH MeNTUibl ABTOMATH3MPOBAHHO PA3/IEJISIOT HECKOJIb-
KIMH TOCTe0BATeTbHBIMI MIaraMi KUAKOCTHOU Xpomartorpadui. B kadectBe BTOpOro
IIPOCTPAHCTBEHHOTO U3MEPEHUd KaXKIblid MENTH/| MOMEIIAI0T HAIPSMYIO B TaHJEMHbII
Macc-cniekrpomerp (MS/MS), Mo3BOAIOMNI ONPENEINTh €r0 AMUHOKUCIOTHYIO TTOC/Ie-
JIOBATEIbHOCTD U JIIOGbIE TIOCTTPAHCISIIIMOHHDbIE MonduKaimu. Takoit MeTol, B KOTOPOM
TaneMHbIi Macc-criekTpoMerp (MS,/MS) coemHeH ¢ BBIXOJHBIM OTBEPCTHEM aBTOMATH-
YEeCKOM crCTeMbI 1151 sKkuAKocTHON xpomartorpadun (LC), naspisaior LC-MS/MS. Ceituac
aHasn3 00pasiia 1eJIoll OpraHesibl U ujeHTHUKAIMS COTeH OJKOB U UX MO{U(pUKAIHI
npu nomorn LC-MS/MS cranm yske pyTunHO# Tporeaypoit. KoHeuHo, HEBO3MOKHO
UJIeaIbHO N30 IMPOBATH OPraHeLTy, U HEKOTOPbIE 13 0OHAPYKEHHbIX OETKOB OYIyT «3arpsi3-
HAIOMMMI». VIX 9acTO MOSKHO HCKJIIOYNTD MyTeM aHaN3a COCeTHNX (DPAKINH, TTOMydeHHBIX
TIPU OUUITEHNY OPTAHEes, U «BBIUUTAHNST» UX M3 MaKcuMyMa (DpaxIiy OpraHesiibl.
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Puc. 8.23. lBymepHbIii anekTpodopes B NONMAKPUNAMUAHOM rene. B aTom rene paszeneHbl Bce 6enku 6ak-
TepuanbHoW Knetku E. coli. Kaxkaoe NATHO COOTBETCTBYET OTAEe/IbHOM NoaunenTuaHol uenu. CHauyana 6enku
pa3aensnim MeTogoM M30371eKTPUYECKOro GOKYCMPOBAHMSA B COOTBETCTBUM C UX M303NEKTPUYECKMMM TOUKAMM
B HanpaBneHWM cnesa Hanpaeo. [anbHelwee GpaKUMOHMPOBAHNE NPOBOAMIN B COOTBETCTBUM C UX MOsie-
KyNIAPHOI Maccoi Npv MOMOLLM 3NeKTpodopesa cBepXy BHU3 B npucyTcTeum [ICH. 3ameTvim, 4To pas/iMyHble
6eNKM NPUCYTCTBOBA/IM B PA3/IMYHBIX KOIMYECTBaX. bakTepmm BbipalLymBany B Ky/bType, COAEPHKaLLEen MeYeHHble
pasMon30TONaMM aMUHOKMUCNOTbI, NO3TOMY BCe 6e/1KM BblAN PagMoaKTUBHbI, U MX MOXKHO 6bI10 0B6HaPYKUTb
npv nomowm pagmoastorpadum (cm. ctp. 602—603). (C ntobesHoro paspeluenus Patrick O’Farrell.)

8.3.5. MnapoanHaMmnyeckne N3sMmepeHNA NO3BONAIOT YCTAHOBUTD
pa3smep n popmMy 6eNKOBbIX KOMMJIEKCOB

BosbimmHcTBO 6€/1KOB B KJeTKe (DYHKIIMOHUPYIOT B COCTABE KOMILJIEKCOB, U 3HAHUS
0 pasMepe u opMe 3THX KOMILIEKCOB YacTO yKasbiBaeT Ha nX ¢dyHKiwmo. CyriecTByer
HECKOJIbKO BYKHBIX CIIOCOOOB TOJTy4eHNs Takoi nHgopmaimy. KoMiieke nHor[a MOKHO
HaNpaMyIo BU3yaJM3UPOBaTh TPU MOMOIIN 3JEKTPOHHONH MUKPOCKOITNH, KaK OTHICAHO
B ryaBe 9. JlomoJsIHUTEIbHO K 3TOMY CYIIECTBYET MOJXO0/l, OCHOBAHHBIN HA T'M/PO/INHA-
MUYECKUX CBOICTBAX KOMILIEKCOB, TO €CTh HAa UX TIOBEIEHUN NPU ABUKEHUH B JKUIKOI
cpene. O6bIYHO TIPOBOJIAT IBA HE3ABUCUMBIX u3Mepenus. CHavyama u3MepsioT CKOPOCTb
OCaK/IEHUSI KOMILJIEKCA B TI0JIE TIEHTPOOESKHbIX CUJI, CO3/[aHHOM yJIbTpalieHTprdyroi (eM.
puc. 8.11, a). TlonyuenHas B pesyJbrare KOHCTaHTa cesuMenTanun (mii BemunHa S)
3aBHCUT KaK OT pa3Mepa, Tak U oT hopMbl KOMILTIEKca U cama 110 cebe He JIaeT MoJIe3HOH
nHpopmarn. OHAKO MOCIe TIPOBEAEHUS BTOPOTO THIPOAMHAMUYECKOTO N3MEPEHUsT —
TOCTpOeHMs rpaduKa JABMKEHNS KOMILIEKCA Yepe3 KOJIOHKY IS TeTb-XpoMaTorpadun
(cM. puc. 8.13, 6) — MOXKHO paccyuTarh MPUOTUBUTENBHYIO (DOPMY KOMILIEKCA U €0
MOJIEKYJISIPHYIO Maccy.

MouiekyJIIpHYIO MacCy Takske MOYKHO OIIEHUTD TIPOIIIE ITPH TIOMOIIH aHATUTHYECKOI
HEHTPUQYTH, CIT0KHOTO TPUOOPA, TIO3BOJISIONIETO TPOU3BOIUTH H3MEPEHHS MOTJIONIEHIS
6eska, Koraa o6paserr Mo IBePraeTcs MefCTBIIO TIeHTPo6eKHbIX cul. [Ipu aToM moaxoe
o6paselr IeHTpudyrupyIoT 0 TeX 1op, MoKa OH He IOCTUTHET COCTOSHUS PaBHOBECHUS,
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[P KOTOPOM JIEUCTBYIOMIAs HAa GEIKOBBIN KOMILIEKC EHTPOOEKHAS CUJIA TOUHO YPABHO-
Becut aucdysuio komiiekca. Touka paBHOBECHSI 3aBUCUT OT MOJIEKYJISIPDHOI MaccChbl
KOMILJIEKCA, HO He OT €ro (popMbl, TI09TOMY METO/I TI03BOJISIET HAIPSIMYIO PACCUUTATH
MOJIEKYJISIPHYIO MAacCy JiJisl OIIpE/IeIEHIs] CTEXUOMETPUU KasK/Ioro Gefika B GElTKOBOM
KOMILJIEKCE.

8.3.6. pynnbl B3anmMmopaencTByoWmX 6e/1KOB MOXXHO naeHTUPnLnpo-
BaTb Npu NOMOLN 6MOXNMNYECKNX MEeTOA0B

[MockoabKy GOTBIIMHCTBO OEKOB B KJeTKe (DYHKIIMOHUPYIOT B COCTaBe KOMILIEK-
COB C JIpyruMU GesKaMW, JUIS XapaKTePUCTUKU OUOJIOTMYECKOH POJIM HEM3BECTHOTO
6eJlka BOXKHO CHauasa WIEHTHPUINPOBATH Bee OEJKU, ¢ KOTOPBIMU OH CrielnpuuecKu
CBSI3bIBAETCSI.

Koummynonpeyunumayus sBiasiercss OIHAM U3 METOJ0B WJICHTU(UKAINH TIPOYHO
CBS3BIBAIOIIUXCS JIPYT € IPYTOM GeKoB. B laHHOM citydae aHTHTENO y3HaeT crienudu-
4YeCcKuil OeJIOK-MUIIEHD; 3aTeM CBSI3AHHbIE C AHTUTEJIOM W TIPUKPEIIEHHbIE K TBEP/ION
MaTpHIle XMMHUUYECKIE COEIMHEHIS BbITSTMBAIOT KOMILIEKC M3 PACTBOPA U HA JTHO TIPO-
6upku. Ecim Bo BpeMst 06pa3oBaHyst KOMILTEKCA C AaHTUTETIOM HCXO/THBII GeJTOK-MUTIIEHD
JIOCTATOYHO TIPOYHO CBSI3aH C JAPYTUM OENKOM, TO €ro HmapTHep Takyke OyeT Mperu-
THPOBaH. JTOT METO]] TOJIe3eH i WIeHTH(UKAIIUN BXOISIINX B KOMILIEKCBI BHYTPH
KJIETKH OeJIKOB, BKJIOYAS TeX, KOTOPbIE B3aUMOJEHCTBYIOT C JPYTUMH MOJIEKYJIaMU
TOJIbKO BPEMEHHO, HAIIPHMED, KOT/[a BHEKJIETOUHbBIE CUTHAJIbHBIE MOJIEKYJIbI CTUMYJIUPYIOT
kietky (eM. o6eyskaeHue B ryiase 15). J[pyruM 4acTo MCIOIb3yeMbIM METOIOM UEHTH-
dukanun 6enkoB-apTHepoB sABisercs adpdunnas xpomartorpadus (cM. puc. 8.13, 6).
Mopudukarus aToro MeToa Juisi OGHAPYKEHUST B3ANMOJIEHCTBYIONUX GEITKOB COCTOUT
B TOM, YTO WHTEPECYIONHI OeJIOK TPUKPENJISIETCST K TIOJUMEPHBIM TPAHyIaM KOJOHKU.
Korzia Genku B KJIETOUHOM 9KCTPAKTE MTPOMBIBAIOTCS TIPH MTPOXOXKJIEHUN Yepe3 KOJOH-
Ky, Te OeJIKH, KOTOpble B3aUMOJIEHCTBYIOT C MHTEPECYIONMM GETKOM, 3a/IePKUBAIOTCST
adunHoll MaTpulieil. 3aTeM UX MOYKHO 3JTIONPOBATh U WAHTH(UIIIPOBATD C IOMOIIIBIO
Macc-ClIeKTPOMETPHH.

B nonosnenne k hukcarym 6eJIKOBBIX KOMILJIEKCOB HAa KOJOHKAX UJIN B TPOOUPKAX
JUTS N3ydeHrs GeTKOBBIX B3aUMO/IENCTBHIT HCCJIe/JOBATENN Pa3padaThiBAIOT BEICOKOTLIOT-
Hble OEJIKOBbIE YUIIbI. ITU OHOUUIIbI, COAEPIKAIIIE ThICSIHN PA3INIHBIX OEJTKOB UJIN aHTH-
TeJI, HAHECEHHBIX Ha CTEKJISTHHYIO TO/IJIOMKKY UM MMMOOUIN30BAHHbBIX B OY€HD MATIEHBKIX
JIYHKAX, TIO3BOJISIOT UCCIE0BATH OMOXUMUYECKYTO AKTHBHOCTD W TIPOMIIIN CBSI3BIBAHUS
O/THOBPEMEHHO GOJIBIIIOTO KosmuecTBa GeikoB. Hampumep, ecim mHKyGHpoBaTh (ryo-
PECIIEHTHO MeueHbIil Oe/IOK ¢ OHOYUIIaMU, COJEPKAIIUME THICSIYN UMMOOUIM30BAHHBIX
6eJIKOB, TISITHA, KOTOPBIE COXPAHAT CIIOCOOHOCTD K (PJIyOPECHIEHITNH TTOCTIe OTMbIBAHV,
OyyT coziep:KaTh GeJIOK, ¢ KOTOPBIM MCXO/HBIN GeOK CIeru(uIecK CBSI3bIBAETCS.

8.3.7. benok-6enkoBble B3aMMOAeNCTBUA TaKXKe MOXKHO ngeHTudunum-
poBaTb METOAOM APOXKeBOW ABYru6puaHoin cuctembl

[lo HacTOsTIIETO MOMEHTA MBI JIeJTai yIop Ha GHOXUMIYECKHE TTO/IXO/IbI K U3YYE€HHIO
6€e10K-6eTKOBBIX B3amMo/ieiicTBuil. OpHako oauH u3 Hawmbosee 3(PEKTHBHBIX METO-
JIOB — ABYTHOPH/HbIE CHCTEMbI — OCHOBAH Ha MPUMEHEHUH BHYTPEHHUX KJETOYHBIX
MeXaHW3MOB [IJIs1 OGHApYyKeHusT GETOK-OeTKOBBIX B3aMMO/IEHCTBUT.

MeTo/1 UCTIOJTb3YET MOy IbHYIO TIPUPO/LY GENTKOB-aKTUBATOPOB reHoB (eM. puc. 7.45).
I 6esIKM CBSA3BIBAIOTCS €O crienmdmdeckoii mocaeaoBarebHocThio JJHK 1 aktuBupyior
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TPAHCKPUIIIIUIO TEHA, IPUYeM 3TH (DYHKIMN 0OBIYHO BBINOJIHSIOT PA3IndHbIe JOMEHbI (eJi-
ka. [Ipu oMot Merosia pekoMOuHanTHbix JJHK /Ba Takix GeIKOBBIX JOMeHa UCTIOJb3YIOT
IS CO3/IAHUST OT/IEJIbHBIX XUMEPHBIX GEJIKOB — «HAKUBKI» U «00bI41y. /s KOHCTPYH-
poBanusi Gesika-«HaKUBKK» TocenoBateabioctb JJHK, koxupyioiyio unrepecyioriuit
6enok, cimBaior ¢ [IHK, koxupyiomeit [|HK-cBsi3biBatomiuii fomen Gejika-akTuBaTtopa
reHa. Korga Takyto KOHCTPYKIIUIO BBOAAT B APOKIKH, KJIETKU HAYMHAIOT CHHTE3NPOBATD
XUMEPHbIN 6eJIOK, cocTostimii u3 unrepecyioriero 6esika u [[HK-cBs3biBatoiero jomena
(puc. 8.24). D10oT 6ENOK CBABIBAETCS C PETYIATOPHBIM YYACTKOM PEINOPTEPHOTO TeHa,
rJie CJOYKUT B KaueCTBE «HAKUBKU» [V JIOBIU OEJIKOB, B3auMOJEHCTBYIONIMX C UHTE-
pecytonmM 6enkoM. [l TTOMCKa TOTEeHIMATbHBIX GeJKOB-IapTHepoB (IIOTEeHIATIbHONR
«106BIUM» HA <HAKUBKY») BO3MOKHDBIE KAHAMIATHI TAaKKe JOJKHDBI IPEJACTaBIATH COO0M
xumepnbie Gesiku: [THK, koaupyiomas akTHBUPYIOIIHii oMeH GeKa-aKTHUBaTopa reHa,
CIIMUBAETCSI ¢ GOJIBIITIM KOJIMIECTBOM PAa3IMIHbIX reHOB. OTe/IbHbIe TeHbI 13 9TOr0 Habopa,
KOJIUPYIOIINE TIOTEHITUATIBHYIO <001y, MOOAUHOYKE BBOJIAT B KJIETKHU JAPOAKIKEN, COEp-
JKale «<HOKUBKY». Ecam nposkskeBad kiaetka mosyyaet kol [IHK, sxcnpeccupytommit
6eIOK-«100bIUY» J1JIsT GeJIKa-«HAKUBKUY», TO JIBE MOJOBUHKI aKTUBATOPA TPAHCKPUIIIIUN
COeMHAIOTCS M BK/IOYaloT TeH-penoprep (cm. puc. 8.24).

ITOT OCTPOYMHbIN METO/] KAXKETCsI CJI0KHBIM, HO JABYTUOPUIHbIE CUCTEMbI OTHOCH-
TEJIHO JIETKO NPUMEHSTH B Jaboparopun. HecMoTpsi Ha 10O 4To GeOK-OeJKOBbIE B3au-
MO/IEIICTBHUS TIPOMCXO/IAT B SI/IPE APOKIKEBON KJIETKM, TaK MOKHO HCCJIE0BATh OEJIKHI
13 1000I YacTh KJIeTKN 1 Jiio6oro oprarmama. Co3manbl 1BOiTHbIE THOPUIHbBIE CUCTEMbI,
MIO3BOJISIOIINE CO3/IATh CXEMY B3aUMO/IEUCTBUI MEK/Ly BCeMU OeJIKaMu, CHHTE3UPYIOIIHI-
MUCs B opranusMme. B janHom ciydae /1711 Kax10ro 6e/iKa KOHCTPYUPYIOTCSI XUMEPHbIE
GeJIKU «HAKUBKI» U «J0OBIUI», YTO MO3BOJISIET HAGIIOAATD JIOOYI0 KOMOMHAIIUIO 3TUX
6enkoB. lIpu moMoImu 3TOr0 MeToAa CO3AAHBI KAapThl B3aMMOAENHCTBHII OGOJIBIINHCTBA
GesikoB [ipoxckeit, kpyrioro uepssi C. elegans n mymiku Drosophila.

8.3.8. O6beaVHeHNE NONYyUYEHHbIX pa3sHbIMU MeTO4aMN AaHHbIX AaeT
HaAeXHble KapTbl 6eNIKoBbIX B3aMogencrann

Kak mokaszano B TaBe 3, moApo6HbIE KapThl GETKOBBIX B3aMMOJAEHCTBUN MOTYT
GbITb OYEHb TI0JE3HBI A1 onpeaenenns (Gyukiwii 6enxos (cMm. puc. 3.82). ITostomy
METO/ JIBOMHBIX T'MOPUJOB U OMMCAHHBIN BbIllle OUOXUMUYECKUN METO[|, U3BECTHDBIN
Kak TaHzeMHas addunnas ouncrka (cM. crp. 315—516), GbLIM aBTOMATH3UPOBAHBI
JUTST OTIPEJIEJIEHIST THICSY B3AaMMOJIEHCTBYIONMX OesqkoB. K coxaneHuio, pasimdHble
HKCIIEPUMEHTDI MIPUBOJISAT K PA3HBIM Pe3yJbTaTaM, U MHOTHE OGHApPY>KEHHbIE B OJIHOI
Ja00PaTOPUN B3aUMO/IENCTBIS He OOHApY:KUBAIOT B Jipyroil. Takum o6pa3oM, Han6o-
Jiee HaJIeSKHbIe KapThl GEJKOBBIX B3aMMOJEHCTBUI BKJIIOYAIOT B ceOs JIaHHble MHOTHX
IKCIIEPUMEHTOB, TO €CTh KAXKJ/I0€ OTMEYeHHOe Ha KapTe B3auMO/IENCTBIE MOATBEPK/IEHO
6oJtee 4eM OHUM METOJIOM.

8.3.9. OnTnyecKkne metoabl NO3BONAIOT HabnoaaTb 6enKoBble B3aMMO-
AEeNCTBNA B peaslbHOM BpeMeHM

Kax Tosibko crasio nsBectHo, uto jBa Geska (M GeloK 1 Masiasi MOJIEKYJIa) CBsI-
3bIBAIOTCS, BO3HUKJIA HEOOXOANMOCTD (oJiee MOAPOGHO OXapaKTepU30BaTh UX B3aHMO-
JefictBue. Besku MOryT cBsI3bIBaTbhCS PYT C IPYroM Ha Gosiee-MeHee IPOJOJKUTEIbHOe
BpeMst (HarpuMep, Kak cyObeantuibl PHK-momMepasbr niii mpoTeocoMbl) HTH BCETO
Ha HECKOJIbKO MuJLIncekyH (Kak KnHasa u ee cy6erpar).
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st moHmMaHusT MexaHu3Ma (DYHKIMOHMPOBaHUS Oeika B KJeTKe HeoOXOINMO
OIPEIENTD, HACKOJIBKO KPEMKO OH CBSA3BIBAETCS C APYruMu GeskaMu, Kak OBbICTPO OH
OT HUX JINCCOITMUPYET, 1 KaK KOBaJeHTHbIE MOAN(MUKAINHT, MaJIble MOJIEKYJIbI HJIH J[PYTHE
6eJIKM BJIUSIIOT HA 9TH B3aUMOJIeHCTBHS. Takoro poja Mccjae/JOBaHusT TMHAMUKH OeJTKOB
4acTo TpeOYIOT NCTIOJIb30BAHNUS ONTHYECKUX METOJIOB.

Onpeenentpie aMUHOKKCIOTBI (Harpumep, Tpurntodan) obaamarot craboi dJryopec-
HEHITHEH, KOTOPYI0 MOSKHO OGHAPY>KUTD TIPU MOMOIIN TyBCTBUTEIBHbIX (DIyOPUMETPOB.
Yacto MHTEHCHBHOCTD (DJIyOPECIIEHIINH, WM CTIEKTP MCITyCKaHus, (DIyopeciimpyonix
AMUHOKHCJIOT, PACTIONIOKEHHBIX B 00JIACTH KOHTAKTAa JABYX GEJIKOB, NU3MEHSIETCSI TPH CBSI-
3bIBaHNN 9THX GesikoB. Korzia Takoe namMenenne Mosket ObITh 3a(hUKCHPOBAHO TIPH TOMOITIN
(ryopuMeTpun, CTAHOBUTCS BO3MOXKHBIM TIOJYYUTH TOYHOE KOJMYECTBEHHOE OIMCAHNE
IIPOIECCA CBSA3BIBAHMS OEJIKOB.

Oco6eHHO T0JIe3HBIM METOJIOM HUCCJIE/JOBAHUST [MHAMUKU CBS3bIBAaHUS OETKOB
C IPYTHMI MOJIEKYJIAMHU SIBJISICTCSI TIOBEPXHOCTHDIH 11a3Monubiii pesonanc (SLR). Stor
METO/I ITO3BOJISIET 0XaPAKTePU30BATD IIIMPOKUI CIIEKTP MOJIEKYJISPHbIX B3aMMO/ECTBUH,
BKJIIOYAsT CBSI3bIBAHUE aHTUTEHA C aHTUTEJIOM, JIMTaH/a ¢ perentopoM, 6enkos ¢ IHK,
VTJIEBOIAMHE, MAJIBIMUA MOJIEKYJIAMU W IPYTUMHU OeTKaMHU.

SLR peructpupyer CBsS3bIBaHHE MOJIEKYJT MyTeM CJEKEHUS 32 OTPAKEHUEM JIyda
CBeTa OT TPAHMUIIBI Pa3fiesia MeXK/y BOJHBIM PACTBOPOM MOTEHITMATBHO CBSI3BIBAIOIINXCS
MOJIEKYJI U TIOBEPXHOCTBIO GHOJIATINKA, HECYTIIEr0 NMMOOUITN30BAHHDIN GEJIOK-<«HASKUBKY ».
WuTepecytonuii 6eJIOK MPUKPEINJIEH K OYeHb TOHKOMY CJIOI0 MeTaslia, HaHeCEHHOTO

CBS3LIBAIOLLMIACS Lienesoi CBSA3LIBAIOLLMIACS 5
¢ OHK nomeH 6enok 6enok-napa FOMEH, aKTVBMpyoLLN
/ \ TpaHCKPUNLMIO
«MPUMAHKA» «OJOBbIYA»

PEKOMBWHAHTHBIE MEHbI, KOOVUPYIOLLIWNE
«MPUMAHKY» U «OBbIYY», BBOOATCA

B APOXKEBYIO KNETKY
ApoXoKeBast knetka

«MPUMAHKA» «MOVNMAHHASA OOBLIYA»

L
l TPAHCKPUMLMSA

Y4acTOK CBA3bIBAHUA PEMOPTEPHOIO rEHA
aKTuBaTopa TpaHcKpunuumn

penopTepHsbI Genok

Puc. 8.24. [ipoxKKeBble ABOMHbIE rMbpuaHble cucteMbl ANA o6Hapy»KeHUA 6enoK-6enKoBbIX B3auMO-
AencTBuiA. MHTepecytowmii 6enok cumeatoT ¢ JHK-cBA3bIBaOWMM AOMEHOM, HAMPaBAAIOWMM XMMEPHBbIN
6eNoK K perynatopHoi 061acTi penopTepHOro reHa B Ka4ecTBe «HaXMBKM». Koraa B agpe KNeTku atoT 6en1ok
CBA3bIBAETCA C APYrMM CMeLManbHO CKOHCTPYMPOBaHHbIM 6ekom («a06bluen»), X B3aMmogeincTamne npu-
BOAMT K 06'b€AMHEHMIO ABYX MOJIOBUHOK aKTUBATOPa TPAHCKPMLLMM, KOTOPbIN 3aTeM 3amnyCKaeT 3KCNpeccuto
reHa-penoprepa.
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Ha OJIHY CTOPOHY CTEKIAHHON mpuaMbl (puc. 8.25). JIyd cBeTa IpoITyCKaIoT Yepes MPU3My;
TIOJT OTIPe/IeIEHHBIM YTJIOM, HAa3bIBAEMbBIM PE30HAHCHLIM, SHEPTUS CBETA B3AaNMOJIEICTBY-
€T C 3JIEKTPOHHBIM OGJIAKOM METAJINYECKON TIJIEHKH, YTO TPUBOUT K BO3HUKHOBEHUIO
IJIa3MOHA — KOJIe6aHusT 3JIEKTPOHOB MEPIEH/IUKYJISIPHO TIOCKOCTH IJIEHKU. DJIEKTPOHbI
«IIPBITAIOT> BBEPX U BHU3 MEXK/Y BEPXHEl U HUKHElN MOBEPXHOCTSIMU TJIEHKH, KaK TPY3
Ha npyxutke. [11a3mMoH, B CBOIO 0Uepe/ib, CBEPXY U CHU3Y METALIMYECKOIT TIOBEPXHOCTH
CO3/IAET HJIEKTPUIECKOE TI0JIE, PACIIPOCTPAHSIONIEECS HA OUEHb KOPOTKOE PACCTOSTHIE —
MOPSIIKA JIJIMHBI BOJIHBI cBeTa. Jlio6oe nu3Menenue cocraBa cpejibl B TIpeJieiax 3JIeKTPH-
YECKOTO TI0Jisl IPUBEJIET K U3MEPSIEMOMY M3MEHEHUIO PE30HAHCHOIO yTJIa.

JI1st mccmejoBaHmsl CBA3bIBaHUs PAcTBOP GeaKoB (MM APYTHX MOJIEKYJ), KOTO-
pbie TMOTEHIUATbHO B3aUMOAEHUCTBYIOT ¢ MMMOOUJIN30BAHHBIM OETKOM-«HAKUBKOIT»,
[IPOITYCKAIOT MUMO TIOBEPXHOCTH OMO/IATUMKA. DesKu, CBSA3BIBAIONINECST C HAKUBKOIA,
U3MEHSIOT COCTaB MOJIEKYJISIPHBIX KOMILIEKCOB HAa METAJINYECKON TTOBEPXHOCTH, YTO
NPUBOIUT K M3MEHEHNIO pe3oHaHcHOro yria (eM. puc. 8.25). Vi3MeHeHne pe3oHaHCHOTO
yTJIa MTPOMCXOIUT B PEATHHOM BPEMEHN W OTPAsKAET KMHETHKY CBSI3BIBAHUS,/ THCCOTNA-
MK MOJIEKYJT C HHTepecyomuM 6egKkoM. KoHCTaHTy CBA3BIBAHUA kA M3MEPSIOT 10 Mepe
B3aNMO/ICHCTBHS MOJIEKYJI, a KOHCTAHTY Pacliajia KOMILIEKCOB K g OTIPEE/IAIOT o Mepe
TOro, Kak Oydep OTMbIBAeT CBSI3AHHbIE MOJIEKYJIbI C IOBEPXHOCTU JaTurka. KoHcranra
PaBHOBECHS PACCUNTBIBACTCS My TeM Jie/lenns R g Ha k. [loMiMo nsMepenns KIHeTHKIL,
LPR MOHO 1CHOIB30BaTh [IJIsI ONIPE/IE/IEHHs] YUCIa MOJIEKYJT B KOMILIEKCE: WHTEHCUB-
HOCTb CUIHAJIA U3MEHSIETCS POMOPIIMOHAIBLHO Macce MMMOOUIM30BAHHOIO KOMILIEKCA.

Merox LPR oco6enHO addexTnBeH, OCKOIbKY OH TPeGyeT MaTbIX KOJTMYECTB OeJ-
Ka, HeT HeOOXOMMOCTU METUTH OEJIOK U B3auMo/leiicTBre GesiKa ¢ IPyruMu MOJIEKYJIaMu
MOXKHO HaOJIO/IaTh B PEAbHOM BPEMEHH.

B TperpeMm onrtmueckoM Meroze HMcCaeOBaHUS OENKOBBIX B3aWMOIENCTBHIL HC-
noJib3yercst 3eaenvitl gayopecuyenmuviti 6e0xk GFP (cM. HUKe) U ero IpOU3BO/IHbIE
pasJayHoil OKpacku. B 3TOM mojxoe /Ba MHTEPECYIONX OeJIKa METST Pa3JInuyHbIMU
ayopoxpomamu TakuM 00pa3oM, 4TOObI CIEKTP MUCIYCKaHUS OHOr0 (hJyopoxpoma
MEPEKPBIBAJICS CO CIIEKTPOM TIOTJIOINIeHUsT APYroro. Eciu gBa Gesika u MpUKpeIieHHbie
K HUM METKH COIMKAIOTCS Ha O4eHb KOPOTKoe paccrosuue (B mpegenax 1—10 um), To
AHEprusi MOIJIONIEHHOTO CBeTa Iepeaercss oT ogHoro ¢griyopoxpoma apyromy. llepe-
Jlady SHEPTHH, HOCSIIYIO HA3BaHUEe PE30HAHCHOTO mepeHoca Hepruu (ryopecueHnm
(Fluorescence Resonance Energy Transfer, FRET), perucrpupyior myTeM OCBEIEHNS
nepsoro (IyopoxpoMa M H3MepeHus uciyckanus Broporo (puc. 8.26). Itor Meron
oco6erHo addekTuBerH B coueTanuu ¢ (PyopeciienTHOI MUKPOCKOIIKE, TOCKOIbKY OH
[TO3BOJISIET XapaKTePH30BaTh O€I0K-OEJKOBbIE B3aMMO/IEICTBIS B OIPEIEJTEHHBIX 00-
JIACTAX YKUBOW KJIETKHU.

8.3.10. HekoTopble meToAbl NO3BONAIOT CNEANTb 32 OANHOUYHbIMU
mMoneKkynamm

Boimeomncanible 6HOXIMIYECKHE METO/Abl NMPUMEHAIOT [AJIA NU3y4YeHUA GOJIBITIX
HOHyJIHHI/Iﬁ MOJIEKYJI. JT0 OrpaHnm4yeHne OTpa’kKaeT MaJjible pa3Mepbl OMOJIOTHYECKIX
MOJIEKYJT TI0 OTHOIIEHNIO K YYBCTBUTEJBHOCTH METO/I0B HX OéH&py)KGHI/IH. OI[HaKO
ocJjeaHue paspaéoTKI/I BbBICOKOYYBCTBUTEJIbHBIX W TOYHDLIX M3MEPUTEJ/IbHBIX METO/0B
NIprBeE/JIN K BO3HUKHOBEHUIO HOBOW BETBU 6I/IO(1)I/IBI/IKI/I — HCCJEA0BaHNIO OJMHOYHbIX
MOJIEKYJIL. I/I3yquI/Ie OT/1e/IbHBIX MOJIEKYJI 0COOEHHO BasKHO JJIA KJIETOUHOI 6I/IOJIOFI/II/I,
II0OTOMY 4YTO B OCHOBE MHOTUX IPOIECCOB JIEKUT (byHKHI/IOHI/IpOBaHI/Ie HECKOJIbKUX KpH-
TUYECKUX MOJIEKYJI B KJIETKE.
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a) npuama, unu
nagatowmii AMPpakUMoHHas pelueTka OTpakeHHbIN CBET
cBeT \ neTekTop
Pe30HaHCHbIM NMOBEPXHOCTHBIE NIa3MOHbI,
yron BO36Y)XOEHHbIe B 30/10TOM
\9 nreHke CBETOM Moj

cneunpuyeckum
pPe30HaHCHbIM Yriiom

30/10Tasa nneHka I:

(~50 HMm) MHAYyLUMpOBaHHOE
Morekyna «npuMaHKm» nrna3MoHamu paccesiHHoe
npucoeavHsaeTcs / 3MeKTpUYeckoe rnorne
K 30I10TOV MreHKe pacnpocTpaHseTcs 3a
npv NoMoLLy rmbkoi npeaerbl 3010TON NAEHKN
CBSI3U

pacTBoOp Monekyn «406b14n»

6) Casi3biBaHWE MOSEKYS «406bIYM» C MOMEKYNaMmn «NPUMaHK/» MOBbILLAET NokasaTterb
NpenoMIieHuUs! MOBEPXHOCTHOTO CrOSi, YTO BMUSIET HA PE30HAHCHBIN Yromn BO30yXaeHWs!
NrnasmMoHOB, M3MEHEHWS KOTOPOrO MOXHO U3MEPUTb AETEKTOPOM.

pacteop /A / 6ydepHblit S -
Monekysn pacTeop
«A00bIYM»
accounauuna auccoumaums
| =y
e
>
s
)
I
[S]
I
®
I
o
(5]
a
0 BpeMsi 10 MUH
nobasneHne npombIBKa
MOseKyn Bychepom
«006bI4n»

Puc. 8.25. MoBepXHOCTHbII N1a3MOHHbI pe3oHaHc. (a) MeToa obHapyKu1BaeT B3aMMOAENCTBUA, KOHTPOIU-
pys OTpasKeHWe Nlyya CBETA OT rPaHULLbl Pa3fenia MeX Ay BOAHbIM PaCTBOPOM MOTEHLMA/IbHO CBA3bIBAKOLLLMXCA
MOEKYN (NMOKasaHbl 3e/1eHbIM) U MOBEPXHOCTbIO BUMOAATUYMKA, HA KOTOPYIO HAaHeCeH MMMOBUAN30BaHHbIN
6eoK-«HaXKMBKa» (NMoKasaH KpacHbim). (6) PacTBopy 6e1KoB-«406bI4n» paspelleHo 06TekaHne UMMOBUAN-
30BaHHOTO 6enka-«HaXXnBKM». CBA3bIBAHNE MONEKYN-«A00bIUMY C BENKAaMU-KHAXKMBKOMY, @ TaKkKe pacnag,
KOMIM/IEKCA MPU UX OTMbIBaHUM BydepHbIM PacTBOPOM, MPUBOAUT K PEFUCTPUPYEMOMY U3MEHEHUIO Pe30-
HaHCHOrO yra. 3T U3MeHeHUs, Habaogaemble B pealbHOM BPEMEHU, OTPaKatoT obpasosBaHue W pacnag,
MOJIEKYNAPHBIX KOMM/IEKCOB.
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rony6oit oryopecLeHTHbIN 3efeHblit (hIyopecLieHTHbIN
Genok Genok n3nyyeHve
n3ny4eHne gosbyxaeHune
BO3BYpeHne \ rony6oro  ron %/bIM \ 3eneHoro
du1oneToBbIM cBeTa ony cBeTa
CBETOM CBETOM
a) 6enok X 6enok Y
& rony6on 3eneHbIn
?;Vé?_”eTOBb'” cae¥ chvoneToBebI ceeT
Ha Bbixoae CBeT Ha BbIxoae
Ha BXxoAe Ha Bxoze
6) BENKW HE B3AVMOJEWCTBYIOT 8) B3AMMOOEWMCTBWE BEIKOB
3ENEHBLIN ®NTYOPECLIEHTHbIV BEJTOK PE3OHAHCHBIV MEPEHOC 3HEPT N
HE N3NYYAET, PETVICTPUPYETCA ®JIYOPECLIEHLMN, PETUICTPUPYETCA
rONysoun CBET 3ENEHbLI/ CBET

Puc. 8.26. Pe3oHaHCcHbI nepeHoc sHeprum payopecueHumum (FRET). YTobbl onpesennTs B3aMmogencTeme Agyx
6Ee/IKOB B KMBOW K/IETKE, MX CHaYa/la CUHTE3NPYIOT B BUAE XMMEP COBMECTHO C 3e/1EHBIM G/1yOPeCcLEHTHbIM 6eKoM
(GFP) nnu ero nponssogHbIMKM Apyroro ceeTa. (a) B saHHOM npvmepe 6e10K X CLUKT € rolybbim dpnyopecueHTHbIM
6enkom (tagCFP), KoTopbiit BO36YKaaeTca pronetosbim cBeTom (370440 Hm) 1 ucnyckaeT cuHuii ceeT (440-480
HM); 610K Y CLUWT ¢ 3eN1eHbIM yopeCcLEHTHbIM BEKOM, KOTOPbI BO3DOYKAAETCA CUHMM CBETOM U UCTYCKaeT
3en1eHbli (510 Hm). (6) Ecam 6enkn X 'Y He B3aMMOAENCTBYIOT, NpyM ocBeLeHUn 0bpasia Gp1oneTosbiM CBETOM
6yaneT HabntoaaTbeA GpayopecLeHLmMa ToNbKO ronyboro payopecueHTHoro 6enka. (8) Mpu B3aumogeinctanm 6enkos
X 1Y MOXET Npomn30MTM pe3oHaHCHbIV NepeHoc aHeprumn dayopecueHummn. OcselleHne obpasua GUoneToBbim
CBETOM BO36YXKAAeT CUHUIA GpyopecLeHTHbIN 6enok, ero UcnyckaHue, B CBOO ovepeab, BO3OYKAAET 3eN1eHblii
bnyopecLeHTHbIM 6eNoK, YT NPUBOAUT K UCMYCKaHMIO 3e1eHOTO0 cBETa. PyOPOXPOMbI LOMKHbI ObITb 6/113KO pac-
NosIoXKeHbl (Ha paccTosaHMmM oKono 1-10 HM), 4TO6bI MTPOU30LLEN NEePEHOC IHEPTUK. TOCKONbKY HEe BCE MONEKYbI
6enKkoB X 1Y cBA3aHbI NOCTOAHHO, MOXXHO HabntoAaTh Hekoe rolyboe caeveHue. Ho Kak TONIbKO 6eKM HaunHatoT
B3aMMOLENCTBOBATb, UCMyCKaHWe AoHopa GFP nagaeT, a ucnyckaHue akuentopa GFP pacrert.

[TepBbrit npuMep nccseoBanms (PYHKIMN OMHOYHON MOJIEKYJTbI 6EJTKa — UCTIOJb30-
BaHIe KOHTAKTHOTO TIPYYKIMHOTO 3JIEKTPO/IA JIJIsST KI3MEPEHHS ITPOXOsK/IEHNST JIEKTPUUECKO-
IO TOKa Yepe3 eMHCTBEeHHbII MOHHBIN KaHau (M. puc. 11.33). [Ipyroii noaxos cocront
B IPUKperieHnn 6eka K 60J1ee KPYITHOI CTPYKTYpe, HallpUMep TrpaHyJie TOJMCTHPOIIA,
KOTOPYIO 3aTeM MOKHO HAOJIIOaTh TIPU MOMOIIN OOBIYHON MUKPOCKOITUH. JTOT TTOIXO/]
Jla7l 0cOGEHHO TOJIe3HbIE PEe3yJIbTaTbl TP M3MEPEHUH JIBUKEHUST MOTOPHBIX OEJIKOB.
K rpanyse, HarpuMep, MOKHO TIPUKPETINTD MOJIEKYJIbI JIBUTATEIbHOTO Gejika KWHE3NHA
(cM. rmaBy 16). B pesysbrare, Hab/o1ast BUKEHNE CBSI3AHHON ¢ KMHE3MHOM TPaHyJIbl
BJIOJIb MUKPOTPYOOUKH, MOKHO M3MEPUTD BEJIMUNHY Tara MoTopa (To ecTb paccTosiHue,
POiiZIeHHOEe 3a cYeT ruapom3a oaHol Mosiekysbl ATP). Kak Mbl yBuganM B riase 9,
OTNITHYECKIE MUKPOCKOIBI 00JIaIAl0T OIPAHUYEHHBIM Pa3pelieHeM 3a cuer Tudpakimm
cBeTa, HO JIJIs ONpe/IesIeHNs TIOJI0KEHUST TPAHyJIbl ¢ TOpas/io 6OJbIell TOYHOCTBIO, YeM
MIO3BOJISIET pa3pellieHrne MUKPOCKOIA, MOKHO COUETATh BBIYMCJIUTETbHbIE U ONTHYECKIE
Meto/ipl. [Ipu oMot Takoro 1mo/IXo1a MOSKHO JIETKO 0OHAPYKMBATh U KOJTUYECTBEHHO
OIIMCBHIBATh OYEHb MaJible [[BUKEHHS — IMOPsIIKa HAHOMETPOB.
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Eitte o110 10CTOMHCTBO MIPUKPEILIEHUST MOJIEKYJT K G0Jiee KPYITHBIM TPaHyJiaM — 9TH
IPaHyJIibl MOTYT CJIY3KUTh «PblUaraMi», C MOMOIIbIO KOTOPBIX CTAHOBUTCSI BO3MOKHBIM
MaHUITYJIUPOBATD MOJIEKYJIaMU. JTO MO3BOJISIET IPUJIATATD K MOJIEKYJIaM CUJIbI U HAGJIIO-
JIaTh WX OTBeT. HampuMep, CKOPOCTh WM BEIMUNHY TIara MOTOPA MOXKHO M3MEPUTH KaK
(pYHKIIUIO CHJIbI, TPOTUB KOTOPOIi OH paboTaetr. B cieayiolieil riiaBe ormucano Kak MOKHO
UCII0JIb30BaTh C(hOKYCHUPOBAHHDIN JIA3EPHbIN JIy4 B KAUECTBE «ONTUIECKOTO TIUHIIETA JIJIsI
MPWIOXKEHUS K TPaHyJie MEXaHMUECKOIl CUJIbI U UCCJIe/IoBanust OEJKOB 1o/ JeficTBUEM
premHux cut (oM. puc. 9.35). Ha rpanyJibl TakyKe MOYKHO BO3/eHCTBOBATH MATHUTHBIMI
CHJIAMU; 3TOT METOJ] HOCUT Ha3BaHHUE «MAarHUTHOTO IMHIETa». ECan B MarHUTHOM II0JIE
HAXO/IUTCSI MHOKECTBO TPAHYJI, HA HUX BceX OyJIeT JIefiCTBOBATh OJMHAKOBAS CUJIA, YTO
[O3BOJISIET TAPAJLIENbHO, B T€UEHUE OJHOTO IKCIIEPUMEHTA YIIPABJIATH OOJIBIINM KOJIH-
YECTBOM TPaHY.JI.

[pamysibl MOJKHO MCHOJIB30BATh B KAUECTBE MAPKEPOB [l CJIEKEHUST 32 JBUKEHH-
eM OeJIKOB, HO, OUYEBUJIHO, TPEANOUYTUTEIbHEE BU3YaJU3NPOBATh OeJIKU caMu 110 cebe.
B caenyioneit ryiaBe Mbl YBUAUM, YTO HEJABHUE [IOCTUXKEHUS MUKPOCKOIUK CJIEIAJIH
9TO BO3MOKHBIM.

8.3.11. OyHKUMOHNpPOBaHNe 6eNIKOB MOXXHO CeNIeKTUBHO HapyLWNTb
npu NOMOLLY MasnbiX MoKy

XuMudyeckne WHIHOUTOPHI BHECJHM 3HAYNTENbHBIN BKJIAJ] B PA3BUTHE KJETOYHON
6uonornu. Hampumep, /71 aHAIM3a TOrO, Kakie MUKPOTPYOOUKH yYacTBYIOT B JAHHOM
GUOJIOTHYECKOM TPOIIECCE, YACTO UCIOJIB3YIOT MHIUOUTOP MHUKPOTPYOOUEK KOJXUITHH;
HECKOJIbKO JIeCATUJIETHI Ha3a/l aTa MOJEKyJIa CIoCOOCTBOBATA TIEPBOMY BbBIAEIEHUIO
u ouncTKe TyGysnuHa. B mpomiioM takoro poja HeGObIne MOJEKYJIbI 0OBIYHO UMEJTH
MIPUPO/THOE TIPOUCXOK/IEHIE, TO €CTh OHI CHHTE3WPOBAJIICD KUBBIMI Oprann3Mamu. He-
CMOTPSI Ha TO YTO, B IIEJIOM, TIPUPO/THBIE BeTlecTBa ObLIN HEBEPOSATHO MOJIE3HBI [ HAYKH
u Meaunuibl (eM., Hanpumep, Tabmuiy 6.4, ctp. 385), OHM BIVSAJIM HAa OrpaHUYEHHOE
Y1ca0 6Mosorndeckux mporieccoB. OHAKO HelaBHee PAa3BUTHE METO/IOB CHHTE3a COTEH
THICSY MAJIBIX MOJIEKYJI M aBTOMATHYECKOTO IMMMPOKOMACHITAOHOTO CKPUHUHTA OGeraer
UIEHTH(UKAIMIO UHTHOUTOPOB MTPAKTHUECKU BeeX GHOIOTMYECKIX TIPoIieccoB. B takoro
Po/ia IoIX0/1aX GOJIbIITHIE HAGOPHI MAJIBIX XUMIYECKIX COEJIMHEHN T aHATTU3UPYIOTCS OJTHO-
BPEMEHHO KaK B JKUBOH KJIETKe, TaK 1 B GECKJIETOUHBIX cucTeMax. Kak TobKo MHrnGUTOp
OOHAPY/KMBAETCS, €r0 MOJKHO HCIOJH30BaTh B KayeCcTBe 30HJA /I WIAEHTU(DUKAIIH
6esika, C KOTOPBIM OH CBsi3bIBaeTcst. J{7g aToro ucrnonnb3yior agdunayio XpoMaTorpaduio
(cM. pucynok 8.13, 6) u apyrue cxomubie MeToabl. TaKol MOAXO/, YacTO Ha3bIBAEMBbIi
XUMHYECKOIi OHOJIOTHEH, TO3BOJIIT OGHAPY KUTH MHIUGUTOPbI MHOTHX KJIIOYEBBIX GEJTKOB,
NPUHUMAIOIINX YYacTHe B IPOIECcaX KIeTOYHOU Ouosiornu. [Ipu oMol aToro MeToa,
Hanpumep, ujeHTH(GUIMPOBaH GeJIOK KWHE3WH, ydacTByoumii B Murose (puc. 8.27).
XuMidecknue UHIEOUTOPDI JIAIOT KJIETOYHBIM GHOJIOTaM BO3MOXKHOCTH KOHTPOJMPOBATD
BpeMsl MHTHOMPOBAHMUST, TTOCKOJIbKY JIEKAPCTBA MOKHO OBICTPO JOGABJIATH UK YAAJATH
U3 KJIETOK, obecrieunBas ObICTPOe BKJIOUEHNE W BbIKJIIOUeHe (DyHKIMN GesKa.

8.3.12. CTpyKTypy 6enka Mo>XHO yCTaHOBUTb NMPY NOMOLLW PEHTreHo-
CTPYKTYpPHOro aHanumsa

OcHoBHOIT MeTo/1 pacim(POBKU TPEXMEPHOH CTPYKTYPbI MOJIEKY.JT, BKJIIOYast OEKH,
B QTOMHOM pa3pelieHni — PEHTreHOBCKasi Kpuctaiorpadusi. PeHTreHOBCKUE JydH,
KaK ¥ CBET, MPE/ICTABISAIOT COO0I BUJI 3JIEKTPOMArHUTHOTO U3JTy4eHNs, HO OHU 00JIaJIatoT
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Puc. 8.27. Manble MONeKyNbl-MHIMBUTOPbI 418 MAaHUMYAALMU XKUBbIMU KNETKaMMU. (a) XMMMYecKasa CTpyKTypa
MOHACTPO/1a — UHMMBUTOPA KMHE3MHA, OOHAPYKEHHOIO MyTEM LUIMPOKOMACLLUTaOHOrO CKPUHUHIA MasIbIX MO-
NIEKYN, HapyLIAoLWLMX MUTO3. (6) HopmanbHOE MUTOTUYECKOEe BEPETEHO Ae/IeHuUsA, HabntogaeMoe B UHTaKTHbIX
KneTKax. MUMKpOTPYOOUKM OKpaLLEHbI 3e/1eHbIM, XPOMOCOMbI — CUHUM. (B) OAHOMNO/IIOCHOE BEPETEHO AeNEHNS,
obpasytolleeca B KneTkax, 06paboTaHHbIX MoHacTposom. (6 u B u3 T.U. Mayer et al., Science 286: 971-974,
1999. C ntobesHoro paspelueHunn nsgatenbcrea AAAS.).

MeHbIII€lt UIMHON BOsIHbI, 06b14HO 0K0J10 0,1 M (mameTp atoma Bogopoaa). Ecim yskuii
MapalJieJibHbIN TTy40K PEHTTeHOBCKUX JIydell HalpaBUTb Ha oOpasel] 4yucToro OeJika,
GOJIBIIMHCTBO JIy4Yell TPOUIYT MPsIMO HACKBO3b. OJHAKO MajleHbKasi UX 4acTb Oyer
paccenBaThCs 3a CYET B3AaUMO/IEUCTBUSI ¢ atoMaMu B o0pasiie. Eciin mpo6a nipejicraBiisier
co60ii BBICOKOYHOPSJIOUEHHDBIN KPUCTAJLI, PACCESTHHBIE JIYYM B OIPEEJEHHBIX TOYKAX
OyyT YyCUJIUBATD APYT APYTa, U B CHEIUATBHOM JIETEKTOPE OHU OyAyT OTOOPAsKaThCsI
Kak qudpaxnnonnbie naraa (puc. 8.28).

[TososkeHre 1 UHTEHCUBHOCTD KAJK/IOTO TISITHA HA M300PaKEHUN PEHTTEHOBCKOI
qudpakiuy JaioT THGOPMAIUIO O MOJIOKEHUN aTOMOB, BBI3BABIINX PaCCEesTHUE JIydeit,
B Kpucrajiie. PaciimmdpoBKa TpeXMEPHOI CTPYKTYPbI GOJIBIION MOJIEKYJIbI — 3TO CJIOKHAST
3amada. Ona e 6bLta paspernreHa BIIoTh 10 1960 r. Ho B mociemnne roapl peHTreHo-
CTPYKTYPHBII aHAJIN3 CTaJl aBTOMATH3UPOBAHHDBIM, U CEIUAC CaMbIM ME/JIEHHDBIM [ArOM
00BbIYHO ObIBAET MOJIyYEHUE MOXOASIINX KPUCTALIOB Oesika. [ljist atoro HeoOX0uMbl
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GOJIbIIIIE KOJIMYECTBA OY€Hb YHCTOrO GEJIKA, 1 YaCTO HAa HAXOK/IEHIE IPABUIbHBIX YCJIOBUIT
KPUCTAUIU3AIIH YXOAST rofibl P06 u om6oK. CKOPOCTb 3HAYUTENLHO YBEJIMYIIIACD T10-
cJle Havyajia uCroJib3oBanust Metosia pekoMOutantibix [JHK 715t onydenust uncroro 6Geska
U po6OTU3MPOBAHHBIX METO/I0B aHa/N3a GOJIBIIOrO YUC/A YCIOBUN KPUCTAIH3AIIN.

AHamm3 momyunBIIeiics ApaKIMOHHON KapTUHBI JaeT CJAOKHYIO TPEXMEepPHYIO
KapTy 3JeKTPOHHON 1oTHOCTH. VHTeprpeTalsa aToil KapTbl — IePeBO/ €e KOHTYPOB
B TPEXMEPHYIO CTPYKTYpy — IpeJcTaB/sieT co60i CI0XKHbBIN Ipolecc, TpeOyIoluii
3HAHIST AMIHOKMCJIOTHOI moc/ieoBaTesbHoCTH Oeska. OObIMHO MeTO[0M TIpo6 U OIIN-
OOK TI0CJIEZIOBATEIBHOCTD M KAPTa JEKTPOHHOI TIOTHOCTH COOTHOCSITCS JIPYT € JAPYTOM
Ha KOMIIbIOTEPE C MOIyYeHNeM HAWIydInero copmnazennd. HameKHOCTb MOTyInuBIieiics
ATOMHOI MOJIeJIN 3aBUCHUT OT Pa3peIeHNsT HCXOAHBIX KPUCTALIOTPAPIIeCKUX JaHHBIX:
paspemenne 0,5 HM MOXKET /iaTh cja00e paspelieHne MOJUNENTH/IHOM [eNn, TOr/1a Kak
mpu 0,15 HM MOXKHO HAJIE’KHO TIPE/ICKa3aTh MOJOKEHNE BCeX He BOAOPOIHBIX aTOMOB.

[MosHast atoMHast MOJIENIb YACTO CJIUIIKOM CJIOKHA, JIJIsl TOTO 4TOObI PAcCMaTPUBATh
ee HalpsMylo, 03TOMY ee OObIYHO TPEJICTABJSIOT B KAUeCTBE YIPOIIEHHOW BEPCUH,
JIEMOHCTPUPYIONIEil OCHOBHBIE CTPYKTYypHbIe cBoiicTBa Genka (cM. mpmioskenue 3.2,
crp. 132—133). Ha gaHHbIii MOMEHT METOIaMK PEHTTEHOBCKOM Kpuctasiorpadun u SIMP-
cnekrpockormun (cM. Hipke) pacimadpoBaHbl TPEXMEPHBIE CTPYKTYPbI OKOI0 20 ThICSY
Pa3JIMUHBIX OEJKOB. JTOr0 OKA3aJl0Ch JIOCTATOYHO /iJisi OGHAPYKEHUSI CEMENCTB 4acTo
BCTPEYAEMBIX CTPYKTYP. OTH CTPYKTYPbI WM CIIOCOObI CBOpaunBaHusl GEJIKOB 4acTO
B TeYeHUe IBOJIOIUN OCTAIOTCS HEU3MEHHBIMU, B OTJMYKNE OT 06PA3yIONMX UX aMHHO-
KHCJIOTHBIX TI0ceoBarenpaocreii (em. puc. 3.13).

MetobI pEHTTeHOBCKOI KpUCTALTOTpahu TaKyKe MOKHO TIPUMEHSITD /I N3y YeHUS
MaKpPOMOJEKYJIIPHBIX KOMILIeKcoB. [locientee BesqmKkoe MOCTIDKEHNE — 3TO paciud-
POBKa CTPYKTYPbI puOOCOMBI, GOJIBIION U CJIOKHOI MAIIUHBI, COCTOSIIIEN U3 HECKOJIbKUX
monekyas PHK u Gonee 50-tu Genkos (cm. puc. 6.64). Pacmmdposka norpeGoBasia
UCTOJb30BAHNS CHHXPOTPOHA — WUCTOYHUKA PEHTTEHOBCKUX JIydell, MHTeHCUBHOCTD
KOTOPOTO JOCTAaTOYHO BEWKA JJId aHAMN3a KPUCTALIOB TAaKOTO KPYITHOTO MaKpOMOJIe-
KYJIIPHOTO KOMILIEKCA.

8.3.13. Ucnonb3oBaHue AMP gnsa pacwundppoBKn CTPyKTYypbl 6enka B
pacTtBOpe

SInepuyio mMaruutHo-pe3oHancHyio (IMP) cHeKTPOCKONHIO MHOTO JIET IHHPOKO
UCTIOB3YIOT [IJI aHAIM3a CTPYKTYPhl MAJIBIX MOJIEKYJ. JTOT METOJ ceifiuac Bce darle
[PUMEHSIIOT IS U3y4YeHus: HeOOJbIIX OeMKOB min GeJKOBBIX JOMEHOB. B orimune
OT PEHTTEHOCTPYKTYpPHOTO aHammsa, Aad AMP He Hy:KeH KpHUCTaIMIecKuil o6paseir.
Bce, uro HeoGxoanMo, — 310 HEGOJIBINONH 0GBEM KOHIIEHTPUPOBAHHOTO pacTBopa OeiKa,
TIOMEIIaeMbIil B CHJIbHOE MarHUTHOE TIote. 1M P IB/S€TCs OCHOBHBIM METOIOM TIOTyYEHUST
oApoGHOI nH(MOPMAIMK O TPEXMEPHOI CTPYKTYPE MOJIEKYJI B PACTBOPE.

Omnpejie/ieHHbIE sIZIpa aTOMOB, B OCOGEHHOCTH BOIOPO/IHbBIE S/Ipa, 00JaJaioT Mar-
HUTHBIM MOMEHTOM WJIM CIIMHOM, TO €CThb OHHU 00JaJaloT BHYTPeHHeH HaMarHUYeHHO-
CTBIO, KaK CTpekHeBol MarHUT. CIH OpUEHTHUPYETCS BAOJb HAMPaBJIEHUS CUIHHOTO
MaTHUTHOTO TIOJISI, HO €0 MOJKHO TIEPEBECTH B XAaOTUIECKOe BO30OYKIEHHOE COCTOSTHIE
TI0/T BO3/IEHICTBIEM PAINOYACTOTHBIX MMITYThCOB JIEKTPOMATHUTHOTO M3mydeHns. Korma
BO30Y>K/IEHHbIE SI/IPa BOJIOPO/Ia BO3BPAIIAIOTCS B UCXOHYIO OPUEHTAIINIO, OHH HCITYCKAIOT
PaJIOYaCcTOTHOE M3JIydeHre, KOTOPOe MOKHO M3MEPUTh W BBIPA3UTh B BHUIE CIIEKTPA.
IIpupoaa ucmyckaeMoro u3aydeHns 3aBUCHT OT OKPY’KEHUS KaKIOTO aToMa BOJIOPO/IA,
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U ecJil OJTHO SI/IPO BO3OY:K/I€HO, TO OHO OyJ/IeT BJIUSATh HA MOTJIOIIEHHE U UCIYCKAHUE
Apyrux OJaU3JeKamux sijiep. 3areM [P [OMOIIM UCKYCHOTO HpuMeHeHusi 6a30BOro
merona AMP, usBectHOTO Kak AByMepHbIT AMP, MOKHO pasamynTb CUTHATBI BOJO-
POJIOB PA3JINYHBIX AMUHOKHCJIOTHBIX OCTATKOB W M3MEPHUTh MaJjble CMENeHUd B JTUX
CUTHAJIAX, MPOUCXO/IAIINE, €CJU 3TU s/[Pa BOJAOPOIOB JIEKAT A0CTATOUYHO OJU3KO JIJist
B3anMo/ieiictBus. IIocKobKY BeaMUMHA 3TUX CMeENIeHUil yKas3blBaeT Ha PACCTOSIHHE
MESK/LY B3aUMO/IEHCTBYIONMMU [TapaMu BOJOPOAHBIX sijiep, Metoj IMP criocoGen aBath
nHMOPMAIIIO O PACCTOSHUSX MEK/LY YacTsiMu OeJIKOBOI MoJsieKyJibl. CoBMeleHe 3TUX
JTAHHBIX ¢ AMIHOKWUCJIOTHON TOCIeIOBATETbHOCTBIO TTO3BOISIET PACCUNTATh TPEXMEPHYIO
crpykrypy Genka (puc. 8.29).

B cBa3u ¢ rexanvecknmu orparmdeHusMu S1M P- crieKTpocKomnis mo3BoJIeT XOPOIIIo
OTIPEIENATD TOJNBKO CTPYKTYPY MasleHbKUX GEeJIKOB ¢ MOJIeKyJIpHOi Maccoit 10 20 k/la.
Paspermenne magaer ¢ yBeandeHneM pazMepa MaKkpoOMOJIeKyabl. Ho mocrenanme TexHN-
yeckue pazpadoTku ysesuunan mpeses 10 100 k/la, uro cuenano AMP-criekTpocKormio
JIOCTYTIHOU JIJISI CTPYKTYPHOTO aHajm3a GOJIbIINHCTBA OEJIKOB.

nornyyYeHHasi peHTreHorpammMa
6enkoBoro kpucrtanna

OTPaXeHHble Nyyn \

GernkoBbIi KpucTasns

MOTOK PEHTIeHOBCKUX
nyyen

OoCTaHoBKa
noToka nyyen

NCTOYHUK PEHTITEHOBCKOIo

nanyyeHusa 6)

a)
8)

Puc. 8.28. PeHTreHOCTPYKTYpHbIii aHanus. (a) Y3Kuii ny4ok napan-
NIeNbHbIX PEHTIEHOBCKMX Jlydeit HanpaBAAloT Ha BbICOKOYNOPALO-
YeHHbIM KpucTann. (6) 3aeck nokasaH Kpuctann benka pubynoso-
1,5-6udocdaTrapbokcmnasbl, epmeHTa, UrPatoLLETO LLEHTPAIbHYO
ponb B prkcaumm CO, Npu GpoTocuHTese. ATOMbI KpUCTa/la paccen-
BalOT HEKOTOPbIE JIy4U, 1 PAcCeAaHHbIe BOJTHbI YCUAMBAIOT ApYr Apyra
B ONpefeneHHbIX TOYKaX, PErMCTPMPYEMbIX B KauecTse AndpaKLm-
OHHbIX MATEH (B). ITa AN PAKLMOHHAA KAPTUHA M AMUHOKUCIOTHAA
nocnefosatenbHOCTb 6e1Kka MoryT 6biTb MCMOAL30BaAHbI A4S MNO-
Jly4eHns aTOMHOM mogeni (r). MoNHOaTOMHYO MOAE/b CNOMKHO UH-
TepnpeTUPOBaTh, HO ee YNPOLLEHHbIV BUA, MONYYEHHbIN U3 AaHHbIX
PEeHTreHOBCKOW AndpaKLMK, HAIALHO JEMOHCTPUPYET CTOYKTYPHblE  2)
cBoicTBa 6enka (a-cnupany NokasaHbl 3e/1eHbIM, B-1UCTbl — Kpac-
HbIM). KOMMOHEHTbI Ha PUCYHKaX a—T MoKas3aHbl He B macwTabe.
(c ntobesHoro paspetweHus C. Branden (6); J. Hajdu u I. Andersson (B);
afanTMPOBaHO M3 OpUrMHaNa, NnpegocTasneHHoro B. Furugren (r).)
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[Mockosnbky SAMP TpeGyer ucrosib30BaHusI PACTBOPOB BEIIECTB, JAAHHBIA METO/|
TaKKe TOAXO/UT, HAPUMED, JJist HAOMIOAEHUS 32 U3MEHEHIEM CTPYKTYPbI GEJIKOB TIPU
onmuaTe WM CBA3BIBAaHUN GEJTKOM JIpYyToii MosekyJibl. IMP Tak:ke nmmpoko mpume-
HSTIOT JIJISL UCCJIE/IOBAHUS OTJIMYHBIX OT OEJIKOB MOJIEKYJI, OH OUEHb I0JIE3EH, HAIIPUMED,
B KauecTBe MeTojla OTpeeseHIsT TpeXMepHOil cTpyKTypbl MoJiekya PHK u ciao:KHBIX
YIJIEBO/IHBIX GOKOBBIX II€Iell IINKOIPOTEUHOB.

Hexortopble 0CHOBHBIE 3TAIbI PA3BUTHS PEHTTEHOCTPYKTYPHOTO aHaam3a u AMP-
CIIEKTPOCKOITMHU TIepeYnc/ieHbl B Tab.mie 8.2.

8.3.14. MNMocnepoBaTeNbHOCTb N CTPYKTYpa 6enKka MOryT ykasaTb Ha ero
dyHKuMI0

OO6cyiuB METO/IbI OYUCTKH M aHain3a GelKOoB, oOpaTuMcsi K OObIYHON CUTYyaluu
B KJIETOYHOM U MOJIEKYJISIPHON GHOJIOTHH — KCCJIEI0BATENb HAeHTU(DUITNPOBAT BayKHBIN
JUUIs1 GHOJIOTHYECKOTO TIPOIIECCa TeH, HO He 3HaeT GHOXMMHUUYECKUX CBOMCTB ero GEJIKOBOr0O
MIPOIYKTA.

Baaromapst crpeMuTesIbHOMY YBEJIMUYEHIIO KOJIMUECTBA TTOCIEI0BATEIbHOCTE! GEJTKOB
U HYKJIEMHOBBIX KHCJOT B TEHOMHbBIX 6a3ax JaHHbIX, (DYHKIIMS TeHa — U KOJUPYEMOTrO
uM GeJIKa — 4acTo MOKeT ObITh IIPEJCKa3aHa MyTeM IIPOCTOr0 CPaBHEHHUSI €0 TOC/IeI0Ba-
TEJILHOCTH € YoKe oxapakreprsoBanHbiMU (cM. puc. 3.14). ITocKOIbKY aMUHOKHMCIOTHAS
MOCJIE/IOBATEIBHOCTD OTIPE/IEJISIET CTPYKTYPY OeJiKa, a CTPYKTypa ompeieisieT GHoXuMmude-
CKyT0 (pyHKIIMIO, GEKH CO CXOHBIMU aMUHOKHMCJIOTHBIMU TTOC/IE/[0BATEIBHOCTSIMU YaCTO
00JTaIAT0T CXO/THON CTPYKTYPOIL 1, CJIEIOBATENBHO, BBIOIHSIOT OJIMHAKOBbIE OHOXUMHE-
yeckue (DYHKIIUU. ITO CIPABEJINBO JasKe /1Jist OEJIKOB 13 HEPOJICTBEHHBIX OPraHU3MOB.
B coBpemeHHOIT KJIeTOYHOI GHOJIOTHE H3ydeHUE HENABHO OTKPBITOrO OejiKa OOBIYHO
HAUMHAETCS] C MOUCKA PaHee OXapaKTePU30BaHHBIX OENIKOB, OOJIAIAIONIMX CXOIAHBIMU
AMUHOKUCIOTHBIMI TTOCJIE[0BATETHHOCTIMI.

[Touck roMOJIOTHYHBIX T€HOB WK GENKOB CPel M3BECTHBIX MOC/IEI0BATEIbHOCTEN
OOBIYHO TIPOUBBOJIUTCS BO BCeMHPHOi mayTtuHe. Heo6xoamMo 1pocto BbIOpaTh 6asy
JIAHHBIX M BBECTH HYJKHYIO IOCJIE/IOBATEJIbHOCTD. [IporpaMma cOBMeIeHUsT TOCTe10-
BaresibHocTeit — Haumbosee tomyssipubl BLAST u FASTA — wumier B 6ase JaHHBIX
CXO/IHYIO TOCJIE0BATEJbHOCTD MYTEM IEPEMENIEHUs] TPE/JIOKEHHO TT0Ib30BaTeIEM
MOCJIEI0OBATEIBHOCTH BJIOJIb COJIEPIKAIIMXCS B 6a3e /10 TeX Mop, MOKa He HalIeT MOJHOe
WM 9aCTUYHOE COBIIAJEHNE KJacTepa aMUHOKHCIOTHBIX ocTaTKoB (puc. 8.30). Pesynb-
TaT Ja)Ke CJOKHOTO MOUCKA, KOTOPbI MOKET TPOU3BOAUTHCS € TIOCJIE[0BATENbHOCTBIO
HYKJIEOTH/IOB MJIM aMUHOKHCJIOT, BO3HUKHET HAa SKpaHe Yepe3 HECKOJIbKO MUHyT. Takoe
CpaBHEHIE MOKET TIOMOYb TIPE/ICKA3aTh (DYHKITHIO OT/IETbHBIX GEJIKOB, GEJIKOBBIX CEMEINCTB
win axe OoJibiieill yacTu GEKOB TOJIBKO YTO CEKBEHUPOBAHHOTO OPraHmU3Ma.

B ruaBe 3 mokaszano, uto MHOrue GeJiKH, UMEIOIHe OJNHAKOBYIO KOH(MOPMAIIUIO
U BBIOJIHSION[ME CXO/HbIe (DYHKINK, OOIAAI0T CJAUIIKOM JAJE€KUM POJCTBOM, U UX
HEJb3s1 UAEHTUMUINPOBATD KaK TOMOJIOTUYHBIE, TOJIBKO CPABHUBAsI UX aMUHOKUCJIOTHYIO
nocnegoBaTesbHocTh (oM. puc. 3.13). TakuM 06pa3oM, BO3MOKHOCTD HaJIEAKHO MPEICKA-
3bIBAaTh TPEXMEPHYIO CTPYKTYPY GejiKa Ha OCHOBE €r0 aMHHOKHUCJIOTHOM MOC/Ie0BATE b~
HOCTU yJryurimia Gbl Hally CHOCOGHOCTb BBIBOJAUTH (DYHKIMIO Oejka u3 mHbopMaimun
0 TIOCJIEIOBATEBHOCTIX B TEHOMHBIX 6a3ax JaHHBIX. B mocseanne roabl HabI0LaeTCs
3HAYUTE/IbHBIN ITPOTPECC B MIPEJCKA3aHUK TOYHOM CTPYKTYPBI Gejika. ITU MpeICKa3aHusl,
C OJIHOM CTOPOHbBI, OCHOBBIBAIOTCST Ha MH(MOPMAIMHU O IECSITKAX THICSY CTPYKTYP OEJIKOB,
pacimpOBaHHBIX [TPU MOMOIIK PEHTTEHOCTPYKTYpHOTo anasmsa u Sl MP-criekrpockornn,
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a ¢ IPyroii — Ha BbIYUCAEHUSIX, GEPYIIUX HAYAIO B HAIUX 3HAHUSIX O JIEUCTBYIONIX HA
aToMbl pusnueckux cunax. OHAKO peICKa3aHue CTPYKTYPbl GOJIbIIUX U MYJIbTH]IO-
MEHHBIX OEJIKOB UJIU CTPYKTYP C BBICOKUM pPa3pellieHueM JIJIsi KOMIIbIOTEPHOTO In3aiiHa
JIEKAPCTB JI0 CUX TIOP OCTAETCST CJAOKHOM M BayKHOUW 3ajiaueil.

Haxosknenue 171t HOBOro Gejika TOMOJIOTHYHBIX MOCJE0BATEbHOCTEN 1 CTPYKTYP
MOJKET TIOMOYb PACKPbBITh €ro (PYHKIUIO, HO OOBIYHO 3TU MPEJICKa3aHus HeoOGX0AUuMO
[IPOBEPUTD MPAMbBIM dKcriepuMeHToM. [lonyuenHas coBmellieHueM 1nocjie/[0BaTeIbHOCTel
rHQOpMAIT, OJHAKO, YaCTO MOKeT YKa3aTh HAIPABJIEHNE 9KCIIEPUMEHTOB, UTO JIeTaeT
ATOT METO/I OAHNM 13 HarboJ/iee Ba;KHBIX B COBPEMEHHON KJIETOYHON GHOJIOTHM.

3akKnuyeHve

Boavwurcmeo benxos (hynkyuonupyem cogmecmmo ¢ opyzumu 6eaxamu. Cyuje-
CMBYem MHOXKeCmeo mMemodos udeHmupuKauuu u usyueHus 6ea0k-0e1K08blx 63au-
Mmodeticmeuti. Manvie MOACKYIbI-UHZUOUMOPLL NO3BOISAIOM UCCEI08AMb (PYHKUUU
benkos, Ha Komopvle oHu deticmsyom, 6 Kueou kaemxe. ITockoivky 6eaKu co cxooHou
CIMPYKMYPOU 4aACMO 8bINOJHIIOM CXOOHbIE (DYHKUUU, OUOXUMUUECKYIO AKINUBHOCTID
benKa MOKHO npedckasamov nymem NOUCKA 6 6A3ax OAHHIX paHee 0XAPaKmepu3o-
BAHHBIX OENK08 CO CXOOHOU AMUHOKUCIOMHOU NOC008AMELHOCTNDIO.

a) 6)

Puc. 8.29. AMP-cneKkTpockonua. (a) Mpumep AaHHbIX, NOAYYEHHbIX NPU NOMOLLM ycTaHOBKM AMP. [laHHbIM
AByMepHbIi cnekTp AMP nosnyveH ana C-KOHLEBOro fomeHa depmeHTa Lenntonosbl. MATHa NoKasbiBatoT
B3aMMOZENCTBME MEXAY AAPaMU BOLOPOAA, NexKalmumu B 6enke B6AU3N APYrMX BOJOPOAHbLIX aTOMOB, U,
3HAYUT, MOXKHO ONpPeaEennTb PAcCTOAHNA, pasaenatowme aapa. CNoXKHble BbIYUCINTE/IbHbIE METOAbI B COYeTa-
HWM C U3BECTHOW aMMHOKUC/IOTHOM NOCNIEA0BATENbHOCTLIO MO3BONAOT MOYHMUTH COTNACYIOLLIMECA CTPYKTYPbI.
(6) MokasaHa cynepno3numa AecaT! CTPYKTYp GepmeHTa, paBHO YA0BAETBOPAIOLMX OFPaHUYEHUAM Ha pac-
cToAHUA. Takoe npefcTaBieHne AaeT [0CTaTOYHYIO MHPOPMALIMIO O BO3SMOXKHOWN TPEXMEPHOW CTPYKTYpe.
(C ntobesHoro paspewenus P.Kraulis.)
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Ta6nuua 8.2. OCHOBHbIE 3Tarnbl Pa3BUTUA PEHTIEHOCTPYKTYPHOro aHann3a u AMP-cneKTpocKonuu U ux npu-
MeHeHUsA K 6UoNorMYecKMm Mmosiekynam

1864
1895

1912

1926

1931

1934

1935

1941

1946

1951

1953

1954

1960

1966
1971

1976

1977-1978

1985

Hoppe-Seyler kprctannusyet remorno6viH 1 gaeT eMy Ha3BaHvie

Rontgen HabntoaaeT HOBbIN BUA NMPOHMKAIOLLErO M3/lyYeHWA NP NonagaHny KaToAHbIX
nyyen (3NeKTPOHOB) Ha MeTa/IMYeCKyto MyLLeHb. OH Ha3blBaeT 3TO U3nyyeHvie X-Tyyamu
(B pyccKom TpaanLMmn «PEHTTEHOBCKME Nyyii»)

von Laue nonyyaet nepsyio AndPaKLVIOHHYIO KapTUHY NMPU NMPOMYCKaHUM PEHTFEHOBCKIMX
nyyeii Yyepes KpUcTan cynbdara LnHKa

W.L.Bragg npegsiaraet npocToe MatemMaTnyeckoe COOTHOLLEHVE MEXAY ANPPAKLIVIOHHON
KapTWHOW 1 PacriofioXXeHeM aTOMOB B KpucTasie

Sumner Bbigenaet epMeHT ypeasy 13 SKCTPaKTa KaHaBaMn MeUYeBVAHON 1 MOKa3biBaeT,
y1o 6€N10K 06NaAaeT KaTaUTUUYECKOWN aKTUBHOCTbIO

Pauling ny6nuikyeT cBoe nepsoe acce «[pupoaa XMM1UYeCKow CBA3», B KOTOPOM NOAPOOHO
OMM1CbiBaeT MPUHLMMbI KOBaJIEHTHOTO CBA3bIBaHNA

Bernal v Crowfoot npeacTaBnAoT nepByio NOAPOOHYI0 PEHTFEHOBCKYIO ANdPAKLIVIOHHYIO
KapTWHy 6eKa, NoNyYyeHHOro 13 KpUCTannoB GpepmeHTa nemncuHa

Patterson pa3spabatbiBaeT aHaNIUTNYECK/IN METOA ONPEAENEHNA MEXaTOMHbIX PaCCTOAHWIA
13 JlaHHbIX PEHTFEHOBCKOW KpUcTannorpapmm

Astbury nonyuaet nepsyto peHTreHorpammy HK

Block v Purcell onvicbiBator AMP

Pauling 1 Corey npepgnaraioT CTPyKTypbl CMpanbHOM KoHGopMaLmiy Lienu L-amvHokmncnot
— a-cnupany — 1 B-nucta. O6e CTPYKTypbl BIOCAEACTBMN OGHAPY»KEHbI BO MHOTMX
6enKax

Watson v Crick Ha ocHoBe peHTreHorpammbl, nonyyeHHor Franklin v Wilkins, npegnarator
mMogzenb asonHon cnvpany JHK

Perutz v ero Konneru paspabatbiBaloT METOAbI TAXKENbIX aTOMOB /1A PeLUeHVA Mpobnembl
a3 B Kpuctannorpadum 6enkos

Kendrew nogpo6Ho onucbiBaeT CTPyKTYpy 6enka (MrornobuHa KallanoTa) ¢ paspeLue-
Hnem 0,2 Hm

Perutz npeacraBnaet cTpykTypy 60sbluero 6eska reMorniobnHa ¢ MeHbLUMM pa3peLle-
HVem

Phillips onucbiBaeT cTpyKTypy n3ourma. 3To nepBoe NoapobHoe onvcaHvie pepmeHTa
Jeener npepnaraet ncnonb3osatb AsymepHbli AMP, Wuthrich v ero konnerv Bnepsbie
UCMOSb3YIOT MeTog ANA paclindpoBKU CTPYKTYpbl 6enka B Havane 80-x

Kim v Rich v Klug 1 konnerv nocnegHero nogpo6HO OnmcbIBaloT TPEXMEPHYIO CTPYKTYPY
TPHK, nonyyeHHyto Mpy NOMOLLY PEHTFEHOCTPYKTYPHOrO aHanm3a

Holmes v Klug paclundposbiBatoT cTpyKTYypy BUpyca TabauHo mo3auku (BTM), a Harrison
1 Rossman onpefenaioT CTPYKTYPY ABYX MalleHbKIX ChepryecKkmx BrpycoB

Michel, Deisenhofer v1 x Konnerv Npu NOMOLLM PEHTFEHOCTPYKTYPHOTO aHanv3a BriepBble
pacwndpoBbIBAIOT CTPYKTYPY TPaHCMEMOPaHHOTO 6e/ka (6akTepuranbHOro peakLyioHHOTO
ueHTpa). Henderson n ero konnern B 1975-1990 rr. nonyyvatoT CTPYKTYpy TPaHCMeM-
6paHHOro 6enka 6akTepMOPOAOICUHA METOAAMU SNIEKTPOHHOW MUKPOCKOMMUI BbICOKOTO
pa3spelueHns

8.4. AHanun3 n mauunynauyva AHK

Bmiors go 70-x rr. JIHK ocraBanach Hambosiee CIOMKHON 19 OHOXUMIYECKOTO
aHam3a MoJieKyaoil. OueHb AMUHHAS W XUMIYECKN OJHOPOIHAS TOCIeI0BATETbHOCTD
HYKJIe0TH/10B, (hOPMUPYIOIIasi TeHETHYECKUH MaTePHaJl OPraHu3Ma, MOTJia ObITb UCCJIe-
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Ouku = 3996umorB (1025), BepossmHOCmb = e-111
CoBnaderHul = 198/290 (68%), IloAoxumeAbHbe = 241/290 (82%),
IIponycxu = 1/290

uccaed: 57 MENFQKVEKIGEGTYGVVYKARNKLTGEVVALKKIRLDTETEGVPSTAIREISLLKELNH 116
ME ++KVEKIGEGTYGVVYKA +K T E +ALKKIRL+ E EGVPSTAIREISLLKE+NH
ob6bexm: 1 MEQYEKVEKIGEGTYGVVYKALDKATNETIALKKIRLEQEDEGVPSTAIREISLLKEMNH 60

uccaed: 117 PNIVKLLDVIHTENKLYLVFEFLHQDLKKFMDASALTGIPLPLIKSYLFQLLQGLAFCHS 176
NIV+L DV+H+E ++YLVFE+L DLKKFMD+ LIKSYL+Q+L G+A+CHS
o6bexm: 61 GNIVRLHDVVHSEKRIYLVFEYLDLDLKKFMDSCPEFAKNPTLIKSYLYQILHGVAYCHS 120

v
uccaed: 177 HRVLHRDLKPONLLINTE GAIKLADFGLARAFGVPVRTYTHEVVTLWYRAPEILLGCKY 235
HRVLHRDLKPONLLI+ A+KLADFGLARAFG+PVRT+THEVVTLWYRAPEILLG +
o6bexm: 121 HRVLHRDLKPQNLLIDRRTNALKLADFGLARAFGIPVRTFTHEVVTLWYRAPEILLGARQ 180

uccaed: 236 YSTAVDIWSLGCIFAEMVTRRALFPGDSEIDQLFRIFRTLGTPDEVVWPGVTSMPDYKPS 295
YST VD+WS+GCIFAEMV ++ LFPGDSEID+LF+IFR LGTP+E WPGV+ +PD+K +
o6bexm: 181 YSTPVDVWSVGCIFAEMVNQKPLFPGDSEIDELFKIFRILGTPNEQSWPGVSCLPDFKTA 240

uccaed: 296 FPKWARQDFSKVVPPLDEDGRSLLSQMLHYDPNKRISAKAALAHBFFQDV 345
FP+W QD + VVP LD G LLS+ML Y+P+KRI+A+ AL H +F+D+
o6bexm: 241 FPRWOAQDLATVVPNLDPAGLDLLSKMLRYEPSKRITARQALEHEYFKDL 290

Puc. 8.30. Pe3ynbTaTbl MOMCKA € NnomoLbio nporpammbl BLAST. B 6a3ax AaHHbIX MOXKHO MCKaTb CXOAHbIE
aMMHOKMC/IOTHbIE I HYKNEOTUAHbIE NOCNeA0BaTeNIbHOCTY. 34eCb MOUCK 6ENKOB, MOXOXKUX Ha YeNoBeYEeCKUI
6en0oK-perynatop KnetouHoro umkna Cdc2 (Query — 3anpoc), Bo3spataet Cdc2 us Kykypysbl (Shjct — O6b-
eKm), KOTOpbI MO aMUHOKMCAOTHOM NOC/iefoBaTeNbHOCTM Ha 68 % naeHTHYeH (Identities — CosnadeHus)
yenoseyeckomy Cdc2, a Ha 82 % Ha Hero noxox (Positives — Cxodcmea). CoBmelLleHMe HauMHAETCA C OCTaTKa
57 6enka Query. 3To roBOPUT O TOM, YTO Y YesloBeYeCcKoro benka ecTb N-KOHLLEBOM y4acTOK, OTCYTCTBYOLMIA
y 6e/1Ka KyKypy3bl. 3es1eHble 610KM MOKa3bIBAOT PAa3NNumA B MOCNeA0BaTeIbHOCTAX, @ Hesmble — UX CoBnage-
HWe: Koraa Be aMUHOKMC/IOTHbIE MOCNe0BaTeNIbHOCTU MAEHTUYHbI, MOKa3bIBAETCA OCTATOK; KOHCEPBATUBHbIE
AMUHOKMCNOTHbIE 3aMeHbl 0603HaYatOT NIHOCOM (+). BBEAEH TONIbKO OAMH NpONyCcK (Gap) , OH NoKasaH KpacHoli
cmpenkoli B nonoxkeHun 194 8 nocneposatenibHocTM Query. 3To CAenaHo A1 MAaKCMMAIbHOTO COBMELLEHUA.
MTor coBmelleHus (Score), Bbipaxkaemblii B IBYX PasHbIX eAVHULLAX U3MEPEHUS, yuuTbIBaeT WTpadbl 3a 3a-
MeHbI ¥ NPOMYCKKW; YeM BbllLE UTOT COBMELLEHUSA, TEM Jly4Lle coBrnaseHue. [JocToBEPHOCTb COBMNAZEHUA OT-
parkeHa B BeNMuMHe oxcudaHus (Expect), KoTopas NoKasbIBAET, Kak YaCTo TaKOE XOPpOLLee COBMELLEHME MOXKET
NPOM30OMTK CAyYaiiHO. Yem MeHblue 3HauYeHue Expect, Tem focToBepHee coBrnaeHue; 3aecb Expect oveHb
mano (e71*1), yto roBopUT 0 romonorMuHocTM 6e1KoB. 3HaueHuns Expect, npesbiwatowme 0,1, NOKa3bIBakoT, UTO
6e/1Kku cKopee Bcero He poacTBeHHbI. Hanpumep, Expect = 0,1 03HavaeT, 4To Takoe coBnageHue ciyyaliHo B 1
13 10 cnyyaes.

JIOBaHA TOJIBKO KOCBEHHO MyTeM ceKBeHmpoBauust Geskos man PHK wmm ¢ momoribio
TeHeTHYEeCKOTo aHaIn3a. B HacTosee BpeMs cuTyarys moJaHocThio naMenniaacs. JJHK
nepectana 6bITh HanboJiee CIOKHOM JIJIsT aHA3a MAKPOMOJIEKYJION B KJIeTKe, HA000POT,
Telepb ee aHaJIU3UpOoBaTh Ipolle Bcero. MOXKHO U30MPOBATh KOHKPETHBIH y4acTOK
TIPaKTHYEeCKN JI0O0TO TeHOMA, TIOTyYUTh HEOTpAaHNYeHHOE KOJIIMYECTBO ero KOMIi 1 pac-
M poBaTh €ro HyKJIEOTHTHYIO TIOCJIe/[0BATETbHOCTD BCETO 32 HECKOIBKO YacoB. Ha mike
mpoekta «['eHoM denoBeka» KpyIHbIe JaGopaTopuu KPyTrJble CyTKH co ckopocTbio 1000
HYKJEOTH/IOB B MUHYTY CHHTe3npoBasn nocjaenosaresbHoctn JJHK ma aBromarimaeckom
o6opyoBaHuK. PoCTBEHHbIE METO/IbI TIO3BOJISIOT TIPOU3BOJIBHO U3MEHSATh (KOHCTPYHU-
POBaTh) M30JUPOBAHHBIE T€HBI U MEPEHOCHTb UX OOPATHO B 3apO/IbIIIEBbIE JMHUU K-
BOTHBIX WJIM PACTEHNH, T/ie OHN CTAaHOBATCA (PYHKITMOHNPYIOTIEH 1 HACAeyeMOH YacThIo
FeHOMa OpPraHu3Ma.
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OTU TeXHUYeCKWe TPOPBLIBLI B TEHHOIN HMHMKEHepHH — HayKe, 3aHNMAOIIencs
BBICOKOTOUHBIMU MeTojamu pabotsl ¢ JJHK B npobupke uiu opranusme, — MOBJIUSLIN
HA BCE aCIEKThl KJIETOYHOW OUOJIOTMU, HEBEPOSITHO YCKOPHUB HM3ydeHUe KJIETOK U UX
MakpomoJiekys. Meroapl pexomOunantabix JITHK o6beanHsioT HECKOJIBKO METO/IMK,
4acTh M3 KOTOPBIX pa3paboTaHa COBCEM HE/IABHO, a YaCTh [MO3aUMCTBOBAHA U3 JIPYTUX
obsacreii, HampuMmep, reHeTukn Mukpo6os (tadmma 8.3). B ocHoBe Meroma Jjexar
CJIeTyToIIe KII0UeBbIe METOIbI:

1. Pacmemnenne /IHK B cmenmduaeckux cafiTax sHIOHYKJI€A3aMU PECTPUKIINN,
3HAYUTEIBHO YCKOPSIOIIee U30JISIUIO OTJAENbHBIX F€HOB 1 PA0OTY C HUMH.

2. Jluruposanne /IHK, mosBosstotiee mpoeKTHPOBATD T KOHCTPYHUPOBATH MOJEKYJIBI
[IHK, He BcTpeuatommuecs: B Ipupo/e.

3. Knonuporanue /[HK ¢ ucnosb3oBanueM jin6o KIOHUPYIONX BEKTOPOB, OO
MOJIMMePAa3HOl MEMHON peakIy, pu KoTopoil yaactok /JHK MHOTOKpaTHO KOmMpyeTcs
JIUIST CHHTE3a MILULINAPIOB UAEHTUIHBIX MOJIEKYJT.

4. T'ubpususanusi, mMO3BOJISIIONIAST ¢ OOJIBIION TOYHOCTHIO U AKKYPATHOCTbIO OOHA-
PY:KUTb KOHKpeTHYI0 nocseoatenbioctb JHK nmr PHK Ha ocHoBarumM crioco6HOCTH
HYKJIEMHOBBIX KUCJIOT CEJIEKTUBHO CBSI3BIBATHCS C KOMILJIEMEHTAPHBIMU TTOCTIEI0BATED-
HOCTSIMI.

5. Boicrpas pacumdposka moboii nocaenosareasHoctn JJHK (zaxe membix re-
HOMOB), YTO TIO3BOJISIET NAEHTU(MHUIMPOBATH I€HbI U OMPEAEINTh AMIHOKICIOTHYIO MO~
CJIEZIOBATEIBHOCTD KOJAUPYEMbIX UMU GEJIKOB.

6. OaHoBpeMeHHOe HAOMIO/IEHUE 32 YPOBHEM CHUHTE3UPYEMO KaJK/bIM TE€HOM
B xietke PHK mpu moMotmn HYKJIECOTHIHBIX MUKPOYUIIOB, B KOTOPBIX OHOBPEMEHHO
[IPOUCXO/IAT JECSATKU ThICSY PEAKIM THOPUIU3AIIH.

B nannom pasjesie Mbl OIMUIIEM KaKbIil U3 3TUX 6a30BbIX METO/IOB, PAIUKAILHO
U3MEHUBIIUX 06JIACTh UCCAEA0BAHMS KJIETOUHON OUOJIOIHH.

8.4.1. Pectpukrasbl pa3pesatoT 6onbune monekynol 1HK Ha pparmeHTbl

B ormmrame ot 6eskoB, T€HBI B KJIETKE HE CYIIECTBYIOT KaK OT/IEIbHBbIE €TMHUIIDI,
OHU TIPEJICTABIISIOT cO00i MATIEHbKII YYACTOK 3HAYUTETLHO OoJiee JITHHHON MOJIEKYJIbI
[IHK. Hecmotpg na To uto Mosekysbl JJHK B KieTke MOTYT ObITH CTydaiiHbIM 06pa3oM
paspymieHbl MEXaHNYeCKON CHJIOH, Y4acTOK, COAEPKAIil e/[MHCTBEHHBIN T'eH reHoMa
MJIEKOITUTAIONIEr0, GyIeT JIUIIb O[HUM 13 COTHU Thicstd (uu gaske Gosibiie) (hparMeHToB
[IHK, B cpeeM He passmyaronmxcs 1o pasMepy. Kak Boiiesantsb Takoii rer? [ockobKy
Bce MosiekyJiel JJHK coctosaT n3 mpuMepHo 0IMHAKOBOI CMeCH OJTHUX 1 TeX JKe YeTbIPeX
HYKJIEOTUJIOB, UX HeJb3sT ObICTPO OUMCTUTD, KaK OeJKH, HA OCHOBAHWU PA3JMYHBIX 3a-
PSIZIOB U CIIOCOGHOCTH K CBSI3BIBAHUIO.

Bce ati mpo6JsieMbl HAITM CBOE PeNIeHIe C OTKPBITHEM 3HAOHYKJIea3 pecTpHK-
unu (pectpukras). I1u hepMeHTh, BbijieisieMble U3 GaKTepHil, PACIIEIIAIOT JBOHHYIO
neriouky /IHK B ompezmenenHpx cafiTax co crermndeckoil HyKJICOTHIHON MOCTe10-
BaTeJbHOCTBIO. B pe3dysbrate mmmHHag AByXIenodeynad Mosekyaa /[IHK oxaspiBaercs
paspe3anHoil Ha )parMeHThI ONPEIETIEHHOTO pa3Mepa. PasHble pecTpUKTa3bl CHEI(ITIHbI
K Pas3HbBIM MOCJIEI0BATEBHOCTSIM HYKJIEOTH/IOB, IOITOMY HAlTH (hepMeHT, CIOCOGHDII J1aTh
dparment [IHK, comepskarmuit Hy>KHBII TeH, OTHOCUTETHHO MTPOCTO. 3aTeM Ha OCHOBE
pasmepa nosrydenHoro ¢gparmenta JJHK mpoBogsaT 4acTniHyto OYNCTKY TeHA B CMECH.

Pazmrumblie Buzbl GakTepnii CHHTE3NPYIOT PasIMYHbIe SH/IOHYKJIea3bl PECTPUKITIH,
3alUIAIe UX OT BUPYCOB myTeM jerpajaimu supycHoit [JTHK. Kaxnas Gakrepu-
aJlbHasg PECTPUKTA3a y3HaAeT CIeM(PUUecKyIo TTOC/e/[0BATEIbHOCTD U3 YETHIPEX—BOCHMHU
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Ta6auua 8.3. OcHOBHbIEe 3Tanbl Pa3BUTMA METOAA PEKOMOUHaHTHbIX [JHK M TpaHCreHHbIX TeEXHOMornit

1869

1944

1953

1955

1961

1962

1966

1967

1972-1973

1975

1975-1977

1981-1982

1982

1985

1987

1989

1989

1990

1990

1991

1995

Miescher Bnepsble Boigenset JHK 13 6esbix KpoBAHbBIX TeneLl, MosyUYeHHbIX 13 NPOnuUTaH-
HbIX THOEM OUHTOB 13 6/IM3NeXKallel 6obHULIbI

Avery fokasbiBaeT, uto [1HK, a He 6€10K, ABNAETCA HOCUTENEM FeHETUYECKON MHPOPMaLII
BO Bpems 6aKTepurasibHOM TpaHchopMaLmm

Watson v Crick Ha ocHoBe peHTreHOCTPYKTYpHbIX AaHHbIX Franklin v Wilkins npegnaratot
Mogzenb aBonHon cnupanu JHK

Kornberg otkpbiBaet [IHK-nonvmepasy, pepmMeHT, KOTOpbIl B HacTosLLee BPems UCMOfb-
3yI0T AN1A co3haHuA npenapaTtosB MedyeHon HK

Marmur n Doty oTkpbiBatoT peHaTypauuto [HK 1 nokasbiatoT cneudnyHoCTb 1 peanu-
3yeMOCTb peakL1ii Tnbpran3aLMmn HYyKIENHOBbIX KNCIOT

Arber nonyuaet nepBsble AoKa3aTeNIbCTBa CyLLEeCTBOBaHWA SHAOHYKIea3 pecTpukumn IHK,
YTO NPUBOAMT K VX BbIAENIEHMIO M MCMOMb30BaHUIO AJ1A ONMCAHWA NOCIe0BaTe/IbHOCTEN
[OHK Nathans 1 H. Smith

Nirenberg, Ochoa 1 Khorana pacluppoBbIBaloT reHeTUYECKII KOZ,

Gellert otkpbiBaeT [JHK-nnrasy, pepmeHT, ncnonb3yemblii AN clumBaHua GparmeHToB
OHK gpyr c gpyrom

CotpyaHuKn nabopatopuii Boyer, Cohen 1 Berg, a TakxKe 1x Konnerv B YHuBepcuTeTe
CraHdopaa n YHueepcutete KanndopHun B CaH-OpaHumcKo, paspabaTbiBatoT MeTogbl
KnoHuposaHua OHK

Southern gnsa o6HapyxeHUsA cneuydruecknx nocneposatenbHocten IHK pa3pabatbiBaeT
MeTog refib-anekTpodopesa 1 nepeHoca pasgeneHHon no gnvHe JHK Ha membpaHHbIi
dunbTp AnAa rmépuanaumun

Sanger 1 Barrel ¥ Maxam v Gilbert pa3pa6atbiBaloT MeTofbl ObICTPOro CeKBEHMPOBaHMA
[OHK

Palmiter 1 Brinster nonyyatot TpaHcreHHbix Mbiweli; Spradling 1 Rubin — TpaHcreHHbIx
bPYKTOBBIX MyLLEK

B HaunoHanbHo nabopatopun B Jloc-Anamoce co3gaetca GenBank — o6uepoctynHas
6a3a JaHHbIX reHeTMYECKMX NOCNefoBaTeIbHOCTEN, MOAAePKMBaeMan HalmoHanbHbIM
nHcTTyTOM 380p0BbA CLUA (National Institute of Health, NIH)

Mullis 1 ero coTpyaHuKM pa3pabaTbiBaloT METO LIEMHO MONMMEPA3HO peakLuun
(Mup)

Capecchi v Smithies npegcraBnaoT MeToa HanpaBneHHON 3aMeHbI FeHOB B SMOPUOHaNb-
HbIX CTBOJIOBbIX KNETKAX MbILLEN

Fields 1 Song pa3pabatbiBaloT MeTon APOXKKEeBbIX ABYrMOPUAHBIX CUCTEM ANA NAEHTU-
durKaLUmM 1 nccnefoBaHNA 6eIKOBbIX B3aUMOAENCTBIN

Olson u ero konnery onucbiBatoT JHK-MapKupytoLme caiiTbl, yHUKanbHble NOCIef0-
BaTenbHocTn [HK, ncnonb3yemble ana coctaBneHnsa GU3NYECKMX KapT YenioBeUYeCK X
XPOMOCOM

Lipman v ero konneru BbinyckatoT BLAST — anroputv nomcka romosiornv Cpeam noce-
posatenbHoctein [IHK n 6enkos

Simon 1 ero Konneru n3yyatot, Kak 3pEKTVBHO MCMOSb30BaTb GaKTepurasbHble NCKYC-
cTBeHHble XxpomMocombl (Bacterial Artificial Chromosome, BAC) ansi nepeHoca 605bLumx
bparmMeHTOB KJIOHVMPOBaHHON YenoBeyeckor [IHK npu cekBeHvpoBaHUN

Hood v Hunkapillar npegcrasnsaoT HOBYI0 aBTOMaTU3UPOBAHHYIO TEXHOMOIMIO CEKBe-
HupoBaHua AHK

Venter v ero Konnerv BrepBble CEKBEHNPYIOT Liesibill reHoM. ITo reHom bakTepun Hae-
mophilus influenzae
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1996 Goffeau 1 MeXXayHapoaHbI KOHCOPLIMYM YYeHbIX OOBABAIOT O 3aBEPLUEHUN NMPOEKTA
no pacmndpoBKe NepBOro SyKaproTUYECKOro reHoMa Apoxelt Saccharomyces cerevi-
siae

1996-1997 Lockhart u ero konnern Brown u DeRisi co3gatot IHK-umnbl, no3sonsioLie ogHoOBpe-
MEHHO HaboAaTb 3a ThiCAYaMU FEHOB

1998 Sulston 1 Waterston 1 1x Konneru nosny4aior NePBYIO MOJIHYIO MNOCIeA0BaTENbHOCTb
reHoma MHOTOKJIETOYHOIo OpraHr3ama, Kpyrnoro uepss Caenorhabditis elegans

2001 KoHcopumym yyeHbix 06bABNAET O MOlyYeH NpeABapUTeSibHON NOCIe[0BaTe/lbHOCTU
YyenoBeyecKkoro reHoma

2004 My6nnKauma <KkoHeYHOM» NoCef0BaTeNIbHOCTY YENIOBEYECKOrO reHoMa

HYKJIEOTUIOB. OJTU TIOCTEOBATEIbHOCTH B MECTaX, TJe OHM BCTPEYAIOTCS B TEHOMeE
camoii GakTepuu, 3aIUIIEHbI OT PECTPUKIIUU METUINPOBaHeM HyKjaeoTH10B A uinn C;
nocseioBareibHocT B uykepojanoi [IHK o6bruno He MeTHJIMPOBAHbBI U TI03TOMY OHU
PACIIEIISIOTCS. pecTpuKTazaMu. M3 pa3nudnbix BUJOB GaKTepUil BbIIEIEHO MHOKECTBO
9HJIOHYKJIEa3 PECTPUKIIUU; HECKOJbKO COTeH, OOJIBIIMHCTBO U3 KOTOPLIX PACIO3HAIOT
pa3IUIHbIe HyKJIEOTHIHbIE TTOCTIEI0BATETbHOCTH, €CTh B MTPOIAKE.

Hexotopble sHIOHYKJIEA3bl PECTPUKITII BHOCAT CTYMEHUATbIE PA3PbIBLI, B PE3YJIb-
TaTe Uero Ha KOoHIaxX Kaxjoro ¢pparmenta /JHK ocraioTca KOpoTKue oHOIETIOUeTHbIE
«xBoctukn» (puc. 8.31). Takume KOHIIbI Ha3bIBAIOTCH JUNKUMU, TTOCKOIBKY KasKIbIid
«XBOCTHK» MOKET KOMILTIEMEHTAPHO CIIAPUTHCS C «XBOCTUKOM» HA KOHIIE JIIOOOTO IPYTOTO
(parmeHTa, MOJYYEHHOTO TIPU HOMOIIH Toli ke pectpukTasbl (puc. 8.32). ToyueHHbie
TIPY TIOMOTITN SHIOHYKJIEa3 PECTPUKITIH JIUTKIE KOHITHI TIO3BOJISIOT JIETKO COETUHSATD PYT
¢ apyrom mo6eie aBa gparmenta JJHK, eca ati pparMeHTbI TOTyYeHbI TIPH TOMOIITH
OZIHOIT 1 TOM ke pectpuKTasbl (MM APYrOdl PECTPUKTA3bI, JAIOIIEH TaKue Ke JIUIKIE
KoHIbl). Mosekysibt [THK, mosrydeHHbie myTeM coe/IMHeHus AByX win Gosiee (pparMeHToB
JTHK, HocsiT HasBatme pekoMOunHanTHbix Mosexya JTHK.

8.4.2. lenb-anekTpodopes nosBonsAetr pasgennutb monekynbl IHK
passnyHbIX pasmepoB

Mertozibl Tesb-31eKTPOodopesa, MOATBEPAUBIINE CBOIO TOJE3HOCTh JIJIS aHATN3A
6eJIKOB, TOYHO TaK Ke MO3BOJIAIOT ONPeNeNuTh JuHy u yrcrory mMosekyn JHK. TIpo-
IeCC Jlake MpoIle, YeM B cryuae OeJKOB: TIOCKOJIbKY KaXK/Iblii HyKJIeOTH ] B MOJIEKYJIaX
HYKJIEHMHOBBIX KHMCJIOT M3HAYaJIbHO HeceT OJuH oTpuiaresabHbiil 3aps (Ha docdaroit
rpymie), HeT HeoOXOAMMOCTH J00ABIATh OTPUILATEIbHO 3apsikennbrii gereprent [JCH,
KOTOPBIN HYKEH JIJII TOrO, 4TOObI MOJIEKYJIbI GEJIKOB J[BUTAJINCh B CTOPOHY MOJIOXKHU-
tenbHOTO 2nekTpoaa. [nadparmentos JIHK nmunoit menee S00 HyKIeoTuaoB, paspa-
GOTaHbI CIIENUATbHbIE TOJTNAKPHIAMU/THBIE TEJU, MO3BOJISTIONINE PA3/IESATh MOJIEKYJIbI,
OTJINYAIONMEC TI0 JINHE BCero Ha ojuH Hykaeotus (puc. 8.33, a). OHako nopbl B 10
JIMAKPUIAMU/THBIX TeJISIX CJUIIKOM MaJIbl JJisl TOTO, YTOGBI TIPOITYCKATh OYeHb OOJIbIITe
mosterysibl JIHK; fyist pasjesienust KpymHbIX MOJIEKYJT M3 Pa30aBIEHHBIX PAacTBOPOB
araposbl (Tosimcaxapu/a, BbIIENSEMOr0 U3 MOPCKHX BOAOPOC/eN) jesaior Gosee 110-
puctbie remu (puc. 8.33, 6). Itu Meroapr pasaenerns [JHK mmpoko HCnonbp3yoT Kak
JUIST QaHAJTUTUYECKHX, TaK U TPENapaTuBHBIX IeJIel.

Oj1Ha 13 Pa3HOBH/IHOCTEI 21eKTPodOpesa B arapo3HOM rejie — 2e/1b-31eKkmpoghopes
6 epaduenme NYJbCUPYIOU,e20 NOJIsl, TIO3BOJISIONINI PA3/EIATD JJasKe OYeHb IIHHHbIE
mouiery bl JIHK. O6branbiii resib-asekTpodopes He crmocobed nAeHTHDUIINPOBATh TaKIe



942 YacTb lll. MeToapbl
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PACLLEMIEHVE
EcoRlI

Puc. 8.31. HykneotngHbie nocnegosarenbHoct IHK, pacnosHasaembie
YeTbIPbMA LUMPOKO NMPUMEHAEMbIMU SHAOHYK€a3aMU PecTPUKLUMK.
Ha pucyHKe BUAHO, YTO TaKMe MOCNEeA0BaTE/IbHOCTU YacTO COAepKaT
LeCTb Nap HYKNeoTUAOB W ABAAKOTCA NaSMHAPOMAMMU (TO eCTb HyK/eo-
TWUAHaA NOC/eA0BaTENbHOCTb OCTAETCS TAaKOM XKe MpU NoBOPOTE Cnvpanu
Ha 180 rpaZlycoB BOKpYT LLeHTpa pacno3HaBaemoro GepMeHTOM KOPOTKOro
y4acTKa Mmonekybl). PepmeHTbl paciennsiot obe uenoyku AHK 86amnsu
pacrnosHaBaemol nocneaoBaTesIbHOCTU UAKN B ee LeHTpe. HekoTopble

9HAOHYK/easbl PecTpukLmMm, Hanpumep Hpal, octaBnAloT nocne paciue-
NAeHWA Tynble KOHLbI; Apyrue xe, Hanpumep EcoRlI, Hindlll v Pstl, BHocaT
CTyneHyYaTble pa3pbiBbl, NPMBOAALLME K 0OPA30BaHMIO IMMKUX KOHLLOB.
IHAOHYKNEas3bl PECTPUKLMM NOYYAIOT U3 PA3/INYHbIX BUAOB BaKTepuii:
Hpal s Haemophilus parainfluenzae, EcoRI w3 Escherichia coli, Hindlll
n3 Haemophilus influenzae, a Pstl us Providencia stuartii.

5G] [AHAMTHTHChk
y{CHTHTHARA|[cks

PACLLEMNEHNE

Hindlll
5qA][AHHCcHTHT ks
y THTHCHGHA|[ARS

PACLLEMJIEHNE

MOJIEKYJIbI, TIOTOMY YTO MOCTOSIHHOE 3JIEKTPUYECKOE TI0JIe
3aCTaBJ/ISIET UX BBITSATUBATHCS TaKUM 06pPa3oM, 4TO OHU
JIBIKYTCS 4epe3 Tesib KOHIIOM BIepe/l B 3MEEeBU/IHBIX KOH-
uryparmsax co CKOpocTbio, He 3aBUCSIIIEN OT WX JIJIMHBI.
[Ipu remb-anexTpodopese B TpajueHTe MYJIbCUPYIONIETO
MOJISI HATIpaBJIeHHe 3JIEKTPUYECKOTO TIOJS MEPHOANIECKH
MEeHSeTCs, YTO 3aCTaBJISIET MOJIEKYJIbI IEPEOPUEHTHPOBATD-
Cs1, TIPEsK/IEe YeM OHU IMPOJIOJIZKAT CBOE 3MEEBUIIHOE JIBIIKe-
HHue 4Yepe3 resib. Takas mepeopueHTalus AJIUTCSA TOPa3/io
JIOJIBIIIE B CJIy4ae KPYIHBIX MOJIEKYJ, MO3TOMY JIIMHHbIE
MOJIEKYJIbI JIBUKYTCSI MeJlJIeHHee, 4eM KOopoTkue. B pe-
3yJbTaTte Jlaxke Iiesble GaKTepuasbHble WU JPOKIKEBbIE
XPOMOCOMBI B TeJjie C TPAJAUEHTOM ITYJIbCUPYIOIIEro MOJIst
Pa3/IesAIoTCs Ha OT/EJbHbBIE MTOJIOCDI, W CTAHOBSTCS BO3MOKHBIMHU MX KJACCUMDUKAIIS
1 ujaeHTrduKanusg Ha ocHoBe pasmepa (puc. 8.33, ). HecMoTpst Ha TO YTO THIMYHASK
XPOMOCOMa MJIEKONUTAIONNX, cocTosAmas 3 108 1. H., CIMIIKOM BeIMKa /IS OUMCTKH
ATUM METO/IOM, GOJIBIITIE YYACTKU ATUX XPOMOCOM JIETKO PA3/IeJISIOT 1 IeHTU(UITUPYIOT,
ecsi TipeziBapuTeabHo xpomMocoMuyto /IHK o6paGorarh pecrpukTazamu, paclienisio-
upmu [ITHK mo peaxo Berpedaiommmcs caifitam (eauHosKabl Ha Kaxple 10 Thic. wim
GoJiee HyKJICOTHIHBIX map).

[Tomocer JIHK B arapo3HoM uin rnojimakpuaaMuiHoOM resie HeBuuMbl, ecan JITHK He
6bl1a oKpaiieHa nin nomevyeHa. OnuH n3 HanboJiee YyBCTBUTETBHBIX METO/IOB OKpPAIITH-
Banus JJHK— o6paboTka ee kpacureseM 6pOMHIOM STHIMS, KOTOPBIN MIPH CBSA3BIBAHUI
¢ THK ¢uyopectmpyer B yasrpacduonere (em. puc. 8.33, 6,6). B eme Gosee uyBcTBH-
TEeJIbHOM MEeTOJIe JIeTeKIn /10 asiekTpocopesa B Mosieky.ry JJHK Brimouator pasmonsororr;
YacToO MCMOMB3YIOT 2P, MOCKOJIBbKY €ro MOKHO BK/IIOYNTh B (hocarnbie rpymmsl JJHEK,
U OH UCITyCKAeT BBICOKOIHEPTETUYECKYIO B-4acTHUIly, KOTOPYIO JIETKO 3apPEerucTprpoBaTh
pazmnoasrorpadueii, kKak Ha puc. 8.33 (onmcanne pajnon30TONOB cM. Ha cTp. 601).

s{CcHTHGHCHA|[cRy
yo{c][aAHcHcHTHchks

PACLLEMNEHVE | pgy

8.4.3. OuunweHHblie monekynbl IHK moxHo cneundpunyeckn meTnTtb
npy NOMOLLY PaANON30TONOB UM XMMUYECKUX MapKepoB in vitro

1 Medenus msonupoBaHHbIX Mosekysa [JHK mmpoko mcmomb3yror aBa MeTosa.
B nepsom /IHK-nommmepasa xormpyer JIHK B npucyrerBun paanoaktuBHbIX (0GbIYHO
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Puc. 8.32. NpumeHeHne SHAOHYKNEa3 pecTpUKLUU TAAT ,
[N19 NONYYEHMA NIETKO COeANHAEMbIX APYT C APY- AL I I =
rom ¢pparmeHToB IHK. DparmeHTbl c 0OANHAKOBbI- ATAT
MW IMMKUMWU KOHLL@MW MOXKHO NIETKO COEAMHUTb 4+ TTT [T 111 3

5/
33 CYET KOMMJIEMEHTAPHOrO CMAapuBaHNA HYKNeo- 3/ - 5
TUAOB Ha UX JIMMKUX KOHLAX. B gaHHOM npumepe TTAA AATT /
[Ba cLuMBatoLLmxca apyr c gpyrom pparmenta AHK LN R 5/
nony4YeHbl Npy nomoLum pectpukTasbl EcoRl, Toraa TTAA

/

KaK Tpu Apyrux dparmeHTa — npu NoMoLLM APYruxX UL I
PecTpuKTas, JaloLWmxX Apyrue IMMKUE KOHLbI (CMm. 5
puc. 8.32). dparmeHTbl C TyNbIMW KOHL@MK, NONY- OTHUM
yatolmecs, Hanpumep, Npu 1UcnonbzosaHun Hpal
(cm. puc. 8.31), clunTb APYT C APYrOM CIOKHEe. 5 AATT .

3 HEEEEEEEEEEEE 5

32 TTAA

MedeHHbIX (pocdhopom 32P) mmm Xumu- TAAT y
YeCKN! MapKUPOBAHHBIX HYKJIEOTH/IOB L 5
(puc. 8.34, a). D10 1103BOJILET MOTYYATH ATAT
JUISL PeaKiuii THOPUIN3AIUN HYKJIEUHO- LI L I !
BBIX KHCJTOT (ONMMCAHHDBIX HUZKE) «30HIbI + 5
[IHK>», comepskaiiie MHOKECTBO Meve- T TI '? "i‘ /
HBIX HYKJIeOTu70B. Bo BTopoM dhepMeHT Ll

6akTepnodaroB MOJUHYKJIEOTHIKNHA3A

HEePEHOCUT eJINHCTBEHHbII MeueHHbIT 32P ocdar ¢ ATP na 5’-koHel KaxK10# 11eNM0uKy
JTHK (puc. 8.34, 6). ITocko/ibKy KnHasa BCTaBaseT B Kaxkayio nenb JHK tonbko oxuH
atoM 2P, MeuyeHHble TakuM o6paszoM Mosiekyibl JJHK gacto HeocTatouHo pagnoakTiB-
HbI, YTOOBI UX MOKHO OBLJIO HCIOJIb30BATh B KayecTBe 30H,10B. OIHAKO, MOCKOIbKY OHI
MedeHbI TOJIbKO C OJTHOTO KOHI[A, X MOKHO UCIIOJIb30BaTh B IPYIUX METO/IAX, BKJIIOYAS
¢yrnpuntunr JIHK, onucannbiii B rnase 7.

Meto/1bl paJIMOAKTUBHOTO MEYEHUST MOCTENEHHO 3aMeNIAI0T MEYEHHEM MOJIEKY JIAMH,
KOTOPbIE MOKHO OOGHAPYKUTb XUMUYECKU WM ¢ moMolbio duryopectieniu. [list mmo-
JIydeHUsT TaKuX HepajroakTuBHbIX Mosekya /[JHK, ucnonb3yior crermanbio Moandu-
[UPOBaHHbIE TPEAIIECTBEHHNKN HyK1eotnioB (puc. 8.34, ). CunresnpoBaHHas TakuM
obpazoM Mostekyia JIHK MoskeT cBSI3bIBaTHCS ¢ KOMILIEMEHTAPHON MOCJIE/I0BATEIbHOCTHIO
JIHK mytem rubpuansaiium, Kak OIUCAHO B CJIE/LYIOIIEM pasjiesie. 3aTteM ee JIETeKTHPY-
0T TIpK NoMonM anTrTena (MM APyroro Jauranaa), crnelnduyecky Paciio3HAIIEro ee
MomduImpoBaHHyio GokoByto 1enb (puc. 8.35).

8.4.4. Peakuum rubpunansaynv HyKnemHOBbIX KUCIOT — YYyBCTBUTENb-
HbI cNoco6 o6HapyKeHNA cneyndpryecKnx nocneaoBaTesibHOCTeN
HYK/NeoTUA0B

Korma Bogubiii pactBop /JIHK marpepaior q0 100°C wiam moaBepraioT JeficTBHIO
ouenb Boicokoro pH (pH > 13), KoMIIeMeHTapHBbIe I1. H., KOTOPbIE B HOPMA/IbHBIX YCJIO-
BUAX JlepyKaT BMecTe Iienn aBoinoi cimpanu [IHK, paspymaiores, u ABoiiHAsS CIINpab
OBICTPO JMCCOIMUPYET HA [[BE OJAMHOYHDIE [[EMIOYKH. JTOT TIPOIECC, HOCSIINN HA3BAHUE
denamypavuu /JHK, muoro jet canrami neobparumbiM. Omiako B 1961 1. o6Hapy»xu-
JI, 9TO KOMILIEMeHTapHble onuHouYHbIE 1etn JIHK sleTko BoccTaHABAMBAIOT IBOITHBIE
CHIUPAJIK B PE3YJIbTATe TPOIECCa, Ha3bIBAIOIIErocsi ruopuausanueii (um penamypavueri
/IHK), ecm ux aepsKartb MPOJOIKATENbHOE BpeMs pu Temmeparype 65°C. Cxoxmble
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Puc. 8.33. MeToabl renb-anekrpodpopesa ana pasgeneHus AOPOXKKM
monekyn [IHK no pasmepy. B Tpex npuvBeseHHbIX Npume- 1234 — 6000
pax anekTpodopes NPOXOAUT CBEPXY BHU3, MOITOMY CaMble

KpynHble monekynbl AHK (1 nosTomy camble mea/ieHHbIe)

pacnonaratoTcs BBepxy rens. (a) Ina pasgeneHus ogHoueno-

YeyHolt [IHK ncnonb3oBanv nonmakpunaMmaHbIin resb ¢ Ma- —100

neHbkumum nopamu. Monekynbl JHK, coctosawme ns 10-500

HYKNE0TUA0B, MOXHO Pa3geniuTb No pasmepy € TOYHOCTbIO

[,0 OHOTO HyKNeoTuaa. B saHHOM npumepe YeTbipe Noaochl

npeacTasnatoT coboit Habopbl monekyn AHK, cMHTesnpoBsaK-

HbIX BO Bpems ee cekBeHMpoBaHua. CekseHnpyemyto HK

MCKYCCTBEHHO penanumpoBann ¢ GUKCMPOBAHHOrO caiTa

[0 Pas/INYHbIX KOHEYHbIX TOYEK, YTO Aano Habop YacTUYHO

COBMAZAOLWLMX MONIEKYN Pa3HOM aavHbl. (Ha puc. 8.50 no-

Ka3aH CMHTE3 TaKMX YaCTUYHBIX PEMNMK.) Ha foporkKax 1-4 —

BCE YaCTUYHbIE PennKmM, okaHumsarowmeca Ha G, A, Tu C

COOTBETCTBEHHO. [10CKO/IBbKY B 3TUX peaKLMAX MCNONb30BaU

pPaAnoaKTUBHO meyeHble monekyabl AHK, nx nonoxxeHue

MOXHO OnpesenuTb Npy NoOMoLLM paguoasTorpadum.

(6) Ons pasgenerun agyxuenoyveyHbix Monekyn AHK ncnonb- —
30BasIM arapo3HbIii resib C NOpamu cpegHero pasmepa. 3

monekynbl AHK npeactaBnsAtoT cobolt parmeHTbl, NoayyeH-

Hble MyTeM pacLLenIeHna BUPYCHOro reHOMa pecTpuKTasa-

mMu. Monockl 3aperncTprpoBaHbl baarogapa dayopecueHumm

Kpacutens bpomuaa stuaus. (8) Ans pasgeneHus WectHaa-

LLaT! OPOMIKEBbIX XPOMOCOM, A/IMHA KOTOPbIX Konebnetca

B npegenax ot 220 TbiC. A0 2,5 MAH. N.H., UICNO/b30BaNU

HyKINeoTuaHble
napbl

6)  —1000

% HyKneoTtubl

o A
wo NN

—2,5
MUMNYoHa

N

- —950 000

N

HyKneoTugHble

nopsAaKoBbI HOMEP XPOMOCOMbI
IS
|

MeTOoZ, reflb-371eKTpodopesa B rpafiMeHTe My/bCUPYHOLLETO 10- napel
nons. AHK oKpalleHa, Kak Ha (6). 3ToT meTog, nossonsaeT < 1~ —610 000
pasgenntb monekyabl AHK aanuoi ao 107 n.H. (C nobes- SZ

Horo paspeleHusn Leander Lauffer u Peter Walter (a); Ken 9-

Kreuzer (6); D.Vollrath and R.W.Davis, Nucleic Acids Res. 10 3-

15: 7865-7876, 1987. C ntobesHoro paspelueHus Oxford ?: 220000

University Press (B).)
a) 8)

peakiu THOPUU3aIK MOTYT MTPOTEKATh MEK/LY JIOObIMU JIBYMsI OJIHOIIENIOYEYHbIMU
nykaentobiMu kucaortamu (JIHK/IHK, PHK,/PHK niu PHK//THK) npu yciosun,
YTO OHM 006JIAJIAI0T KOMILJIEMEHTAPHBIMU TI0CJIE/I0BATEIbHOCTSIMU HYKJIEOTHI0B. Takue
crierudHble peakiuyu ru6PUAn3aiiuy IMUPOKO IPUMEHSIIOTCS /ISl OOHAPYKEHUS 1 Xa-
PaKTEePUCTUKU OIIpe/leJIeHHbIX HYKJIEOTHIHbIX TocaenoBarenbHocteit [JHK n PHK.
OpnHorenoyeunbie MoJiekyJibt JIHK, ncrosibayembie /17ist o6HapysKeHMsi KOMILJIEMEH-
TapHBIX T10CJIE/I0BATEILHOCTEH, HA3BIBAIOTCS 30HAAMM; [IJIMHA ITHX MOJIEKYJI, HECYIIUX
PAZIMOAKTUBHBIE MJIM XUMUYECKUE METKH JIJIsl YIPOIIEHUsT UX 0OHAPY3KeHUsI, KOsieOeTcst
B IpejiesiaX OT MATHAAATH 0 HECKOJBKUX THICSY HYKJIeOTHI0B. Peakinu rubpujnsa-
nuu ¢ ucnosb3doBanueM /J[HK-30H10B HACTOJBKO 4yBCTBUTEJIbHBI M CEJIEKTUBHBI, YTO
OHU TI03BOJISIOT OGHAPYKUTh KOMILJIEMEHTAPHbIE [0CJIE0BATEIbHOCTH, KOHIIEHTPAIIHS
KOTOPBIX HE ITPEBBIIIAET O/IHOI MOJIEKYJIbI HA KJIeTKY. Takum o6pa3oM, MOXKHO Ofipe/ie-
JINTh, CKOJIbKO KOTHUii Jiio6oii ocaenoBareabroctn JJHK comepsxutest B manHoM o6pasiie
JIHK. Ilogo6Hblit METOI MOYKHO HCIIOJIB30BATh [IJIST TIOMCKA POJCTBEHHBIX, HO HE HIeH-
TUYHBIX reHoB. Hanpumep, uTo6bl HAliTH MHTEPECYIONIUI TeH B OpraHu3Me, 4eil reHOM
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@)  ounLieHHBbIN dhparmeHT pecTpukumn AHK 6)  OuMLLeHHbIN dparmeHT pectpukumn HK
5/

3 5 3
3 CLULL LD L]

5/

3’ 5/
32
AeHaTypaLms U OTXKUr e-PE-A —— AHK metntes no 5'-koHuy
CO CMECbIO reKCaHyKneoTnaos C MOMOLLBIO MOMMHYKIEOTUAKMHASbI
A=y = ‘
- n “P-meveHon ATP

/ U
S m 3 \PJ CLULLL DL L]

=+

o e S i PECTPUIKTEIA PACLICTIIACT

cnupanb JHK Ha aBa
HepaBHbIX pparMeHTa

32

('u

nob6asnenve JHK-nonumepasbl

e EeTIAeR i SRR SRNUIR SATRTATARAYANIR PSS
®

5, 3/
3/ 5/ pasgenexve
+ refb-anekTpohopesom
32 _5 3
5. 3 ®
¥ 5 L
[HK-nonnmepasa Bkrno4aeT MeveHble HyKneoTnabl HyXHbIit doparmeHT JHK, ogHa 13 Lenei koToporo
B Lienb. B pesynbrate nony4aeTcs MHOXECTBO COMEPXKNUT METKY Ha OJHOM KOHLIE

monekyn OHK, cogepxalumx meyeHble ob6pasuibl
BCEX NOCNeaoBaTensHOCTEN Ha 06eunx Lensx

8) o

3TOT y4acCTOK
BCe eLle MOXeT

NPUCOEANHNTLCA
KA
H

MOANDULIMPOBaHHbIN
HykneosuaTpudocdar

Puc. 8.34. Metogbl meueHua monekyn AHK in vitro. (a) OunweHHbIn depmeHT AHK-nonnmepasa metut sce
HyK/fieoTuabl B monekyne [OHK, Takum obpa3om cuHTe3Mpya BblicCOKOpaamoaKkTMBHble JHK-30HAbI. (6) Mo-
JINHYKNEOTUAKMHA3a METUT TOIbKO 5'-KoHLbI Luenen JHK; noatomy, Koraa 3a MedeHnem cieayet paclienne-
HWe 3HAOHYK/Iea3aMu PECTPUKLLMU, MOXKHO BbICTPO BbIAENUTb EAMHCTBEHHYIO MEYEHYIO NO 5°-KoHLY uenb.
(8) MeToz, Ha (a) TaK»Ke MCNONb3YIOT 419 CUHTE3a HepPagMoaKTUBHBIX Mosiekyn [IHK, Hecywmx cneumounyeckuii
XMMMYECKMI MapKep, KOTOPbI MOXKHO OOHAPYKMTb NPY MOMOLLM COOTBETCTBYIHOLLLErO aHTUTeNa. MoKa3aHHbIN
Ha pUcyHKe moandunumpoBaHHbIn Hykneotus 8 AHK moxkeT 6biTb BBeaeH JAHK-nonnmepasoi, 4to nossonser
monekyne OHK cay»utb nerko obHapyKnusaembim 30HLOM. MOKa3aHHOe Ha PUCYHKE OCHOBAHME Ha HyK/eo-
3naTpudocdaTe ABNAETCA aHANOTOM TMMMHA, B KOTOPOM METU/IbHAA rpynna Ha T 3ameHeHa crneicepHom
rpynnoi, cBA3aHHOMN C PacTUTENbHbIM CTEPOUAHBIM FOPMOHOM AUTOKCUreHMHOM. YTobbl BU3yanM3npoBaTb
30HA, UCMO/b3YIOT AHTUTENO K AUFOKCUTEHUHY, CBA3AHHOE C BUAMMbIM MAapKepoM, Hanpumep GyopecLeHTHbIM
Kpacutenem. K HyKneotMzam ¢ TemM Ke pesy/ibTaTOM MOXKHO NPUCOEAMHUTb U ApYrue XMMUYECKMEe METKM,
Hanpumep, 6UOTHH.

He ObLI €Ile CEKBEHUPOBaH, B Ka4yeCTBE€ 30H/[a MOKHO HCII0J/Ib30BaTb 4aCTb M3BECTHOI'O

rena (puc. 8.36).
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Puc. 8.35. Tnbpuausauma in situ ana onpege-
NEeHUA MecCTOMNOJIOXKEHUA onpeaeneHHbIX reHoB
B XpOMOCOMaX. 34eCb A1 MAaPKUPOBAHUA MeCT
pacnonoXKeHUsA COOTBETCTBYHOLLMX HYKIEO0TUAHbIX
nocnefoBaTeIbHOCTEN Ha XpoMocome 5 yenose-
Ka B meTadase UCroab30Ba/M LWECTb PA3/IMYHbIX
[OHK-30HA08B. 30HAbI METUIM XMMUYECKUM NyTeM
N 0BbHapyXuBanu nNpu nomowm bayopecumpyto-
LMX aHTUTE. MoKa3aHbl 06e KON XPOMOCOMbI 5,
pacnonoxeHHble paaom. Kaxkabii 30HA, AaeT ABe
TOYKM Ha KayK A0 XPOMOCOME, TaK Kak meTadasHas
Xpomocoma penaunumposana csoto AHK n coaep-
YKUT AiBe naeHTnYHble cnnpann AHK. (C ntobesHoro
paspewwenuns David C. Ward.)

C npyroit croponbr, [HK-30m101
MOXKHO JICIIOJIb30BaTh B PEAKINAX TH-
6pummsanmun ¢ PHK, a ne [IHK. 3to
TIO3BOJISIET OIPE/IEJINTD, IKCIPECCUPYET
JIU KJIETKA KOHKDETHBIH TreH. B artoMm
ciTydae 30H[I, CO/IEPKAIHI Y9aCTOK TI0-

CJIeZIOBATENLHOCTN TeHa, THOPUAM3YIOT

¢ PHK, Bbienennoil 13 uHTEepecyiomnieil KIeTKN, 1 CMOTPAT, cojepskarcs jau B PHK
HYKJIEOTH/IHbIE TIOCJe/[oBaTesbHOCTH, coBraatonme ¢ /JAHK-3omm0M, 1 ecom fma, TO
B KaKMX KOJIM4YecTBaX. B 6Gosee TPyI0eMKIX METO/[aX Tocje OKOHYAHWS THOPUIN3AIINT
JIHK-3011 oaBepraioT feficTBUIO crienndyeckuX HyKJea3 s TOYHOTO HaXOXK/IeHHUS
Y4YaCTKOB 30H/Ia, cBsA3aBImxcs ¢ MoJsiekyiamMu PHK. Takum o6pa3oM, MOKHO OTIpe/ie/INTh
caiiTpl HaYasia 1 okonvyanus rpanckpunimn PHK, a takske TouHbIe rpaHUIbl HHTPOHHBIX
1 9K30HHBIX OC/Aen0BatenbHocTell B rere (puc. 8.37).

Cero/iHst pacrosio;KeHne TPAHKI] THTPOHOB,/ 5K30HOB OGBIYHO OIPEIEISTIOT MPH TIOMOIIN
CEKBEHMPOBAHMSI KOMNIeMenmaphoix nocaedosamenviocmet /THK (k/[HK), kotopbie
OTpaskaloT COCTaB AKCIpeccupyeMbix B Kiaetke MPHK, 1 cpaBHeHMS MX ¢ HYKJIEOTHTHOM
TIOCTIEZI0BATEIbHOCTDIO TeHoMa. Mbl Hinke ommmiieM, kak 13 MPHR momyuator x/[HK.

I'm6puamsarmsg [IHK-30m108 ¢ PHK nosBossier onpeemTsh TpaHCKPHONPYeTCs JIn
orpe/ie/IeHHbI TeH. Bostee Toro, Kor/ia akcrpeccus reHa U3MEHSIETCs, MOKHO OIPe/IesUTD,
BBI3BAHO JI M3MEHEHUe TPAHCKPUIIINOHHON WM TMOCTTPAHCKPUTIIMOHHON PeryJsimeit
(eM. puc. 7.92). AHau3 sKCIpeccuy TeHOB cHavaa posoann ¢ oganM JJHK-30H10M.
/IHK-uunwvt B HacTosiee BpeMs MO3BOJISAIOT OJTHOBPEMEHHO CJIEANTD 32 COTHAMU W ThI-
csiyamu TeHoB (paceMoTpuM 3TOT Metoj 11033Ke). CerogHst MeTo/Ibl ruGPU/IM3aIi Ha-
CTOJIbKO MIMPOKO MPHUMEHSIOT B KJETOYHOW OMOJIOTHH, YTO Y:Ke TPY/IHO TPE/ICTaBUTD,
KaK MbI MOTJI ObI MCCJIE/IOBATh CTPYKTYPY M 9KCIIPECCHIO TEHOB 6€3 HIUX.

8.4.5. Ho3zepH-6n0TTUHr n Cay3epH-6N0TTUHT YCKOPAIOT rubpuansaumio

C pa3geneHHbiMmn 3neKTpo¢ope30M MOJIeKyJ/1laMUN HYKNEeNHOBbIX KNCOoT
B cnosxHoit cMecn HykienHOBBIX KucaoT [IHK-30H1b1 YacTo ncronb3yior st 06-

HAPY’KEHUS TOJBKO TeX MOJIEKYJI, YbM MOCIEI0BATEBHOCTH YACTHYHO UJIM MOJHOCTBIO

KOMILJIEeMEeHTapHbl 30Hy. llepes HavamoM peakium TUOPUIU3AIIK TP TTOMOIIN Te€JTb-
anekTpodopesa MOXKHO Pa3ze/nTh 10 pa3Mepy Bce pasyuuHble Mojekyabl PHK wmm
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JIHK B neo6patorannoii cMecu. Eciin 30H]] CBSI3BIBAETCS ¢ MOJIEKYJIAME TOJIBKO OJIHOTO
WM HECKOJIBKUX Pa3MePOB, MOKHO ObITb YBEPEHHBIM, YTO ruOpuan3alius creruduana.
BoJiee toro, undopmaiiusi 0 pazMepax MOJIEKYJ caMa 1o cefe MOJKET OKa3aTbCsl Heolle-
HuMoii. [IpuBeneHHblil HUXKe TPUMED WJTIOCTPUPYET 3TO YTBEPsKIEHUE.
[pennonoxum, 4t0 HEOOXOAUMO ONPEAEJUTh TPUPOAY jAedeKTa B MyTaHTHOI
MBI, KOTOPBIH MPUBOAUT K MATOJOTMYECKH HU3KOMY YPOBHIO Gesika aabOyMuHa,
KOTOPBIil OGBIMHO B GOJIBIITMX KOJMYECTBAX CEKPETUPYETCS B KPOBb KJIETKAMU TTEUEHH.
Chavana He0OXO[UMO TOJYYUTb WIEHTHUYHbIE TPEIapaTbl TKAHU TI€UYE€HH MYTAHTHBIX
1 HOPMa/IbHBIX MbIiei (IocieiHIe CIy KaT B Ka4eCTBe KOHTPOJISI) M PA3PyLINTh KJIETKI
CUJTHbHDBIM JIETEPTEHTOM JIJIsT MHAKTUBAITINN HYKJIea3, KOTOpble B TPOTUBHOM CIydae MOTYT
pacIennTh HyKJEeMHOBbIe KUCAOThI. 3ateM Hy:kHO oraenuTb PHK n IHK ot mpyrmx
KOMITOHEHTOB KJIETOUHOTO TOMOTeHaTa: BCe OEJIKHU MOJHOCTDIO JIEHATYPUPYIOT U YAJISIOT
MHOTOKDPATHBIM OCaKIeHUEeM C (PEHOJIOM — CHUJIbHBIM OPTAaHMYECKUM PACTBOPHUTETEM,
YACTUYHO CMETIUBAIOIINMCS C BOZIOI; OCTaBIIECS B BOAHOW (hase HyKJIEHHOBBIE KICJIOTHI

ofHOLeNnoYeYHble B
OHK-30HAbI
ans reHa A A cMech
c OHOLIENOYEYHbIX
+ D monekyn OHK
E
F
mbpuaunsaums B 50%-m mbpuansauust B 50%-m
copmaaunge npu 42 °C copmaaunae npu 35 °C
HernomnHoe crnapueaHue
B oc/HOBaHvu?l
D
c A E
F C E
D B
E
A
Tonbko A chopmupyet A, C n E cbopmupytoT
CcTabunbHy ABOVHYHO Crivparb cTabunbHble ABOVHbIE CNpanu

Puc. 8.36. ¥ecTkue n markue ycnosus rubpugusauun. na HaxoxaeHus ¢ nomouwsto AHK-30H4a ToyHoro
COBMAZEHMA UCMONb3YIOT XKecTKMe ycnoBuma rmbpuamnsaumun. Temnepatypy NoAAepKUBAKOT TakKMM 06pasom,
4yTO6bl OHA OblsIa HA HECKO/IbKO rPaZlycoB MeHblUe, Yem TeMnepaTypa, NpPU KOTOPOWN uaeanbHas cnupasnb
[HK pgeHaTtypupyeT B JaHHOM pacTBopuTene (memnepamypa naaesneHus). B pesynstate Bce obpasytoLimecs
HengeanbHble ABOVHbIE CNUPANN HecTabunbHbl. MeHee KecTKue ycnoBuA UcnonbaytoT, koraa AHK-30Hap!
NPUMEHAIOT A1 06HAPYKEHMA KaK BAN3KUX, TaK U UAEHTUYHbIX MocneaoBaTeibHOCTeNn. Mbpuamnsaumio npo-
BOAAT Npu bonee HU3KOM TeMnepaType, YTo N03BONAET 06Pa30BbIBATLCA U HEUAEAIbHbIM ABOMHbBIM CMIMPANAM.
TONbKO B YC/I0BUAX NMOHUMKEHHOMN TEMMEPATYPbl TMBPUAN3ALLMI0 MOXKHO NMPUMEHATL 1A NOUCKA HEUAEHTUYHBIX,
HO CXOZHbIX ¢ reHom A reHos (C 1 E B gaHHOM npumepe).
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9K30H 1 MHTPOH 9K30H 2
5/ I 3 5 e 3/
3/ — / MPHK

KNOHUpoOBaHHas reHoMHasa OHK

OEHATYPAUNA OHK

N TMBPNONSALNA C PHK
rocrneaoBaTenbHOCTb MHTPOHA

3 5 OHK
5/ 3’ PHK
nerpagunposaHHasa OHK MNPV OBPABOTKE HYKITEA30W S1
\- PACLLUENNAKTCA OOHOLIENOYEYHbBIE
LTS HYKNENHOBbBIE KUCIOThbI

N | ]
3 — ¢ 5/
5 3

HeobpaboTaHHas
[HK (koHTponb)

— 9K30H 2

s — 9K30H 1

<—— arnekTpocopes

LLIeNOYHON arapo3HbIi refb

Puc. 8.37. MpumeHeHUe rmbpuansaLum HyKNemHoOBbIX KUC/IOT ANA onpeAeneHuns yyactka pparmeHTa Kno-
HupoBaHHoii HK, cogep:kawerocs B monekyne MPHK. MeTog, TpebyeT MCnonb30BaHMA HyK1easbl, KOTopas
pa3pesaeT uenoyky [HK TonbKo Tam, rae oHa He cnapeHa ¢ KomniemeHTapHol uenbto PHK. C ero nomolwbto
onpeaenatoT PacrnonoXKeHe NHTPOHOB B 3YKapMOTUYECKMUX KneTkax. Mpu Takom aHanuse JHK noasepratot
anekTpodopesy yepes AeHaATyPUPYIOLLMIA arapo3Hbli renb, KoTopblit 3actasnfeT OHK aurateca B popme
OfHOLLeNoYeYHbIX MONEKy/. PacnonoxeHune Kaxkaoro KoHua monekynbl PHK MOXHO onpegenunts poacTBeH-
HbIMW MEeToAAMM.

OCK/IATOT CHUPTOM, YTOOBI OTAENTD UX OT PA3JIUYHBIX MAJBIX MOJIEKYJ KJIEeTKH. 3a-
teMm /IHK otnensgior or PHK 3a cuer ux pasiamyHoll pacTBOPUMOCTH B CIIUPTAX, a BCe
HesKeJIaTeIbHbIe 3aTrPI3HSIONIIE HyKJIENHOBbIE KUCIOTHI PA3pyIAloT IyTeM 06paboTKH
BbicokocrerduanbMu pepmertamun — PHKazamu (puGonyriaeazavu) umu [THKazamu
(nesoxcupubonykneazamu). MPHK o6brano oraensior or PHK apyrux tunos Mosexy
PHK Ha xpomatorpaduieckoii KoioHKe, creiududecky cssbiaionieil non(A) «xBo-
ctei» MPHK.

[t ananuza xkomupyonmx anbbymud MPHK uctiosnb3yior mMeros, HOcsuil Ha-
3Banne HodepH-6aotTunra (Northern Blotting). Cnavana nnrtakTibie Moexy. s MPHK,
BbIJIeJIEHHbIE W3 MYyTAHTHBIX M KOHTPOJBbHBIX KJIETOK Te4eHH, (DPaKIMOHNPYIOT Ha OT-
JIeJIbHbIE TIOJIOCHI TeJIb-3JIeKTPO(OPE3OM B COOTBETCTBUH C UX Pa3MepoM. 3areM, YTOObI
mostekysinl PHK cram goctymmbmvm s JITHK-301710B, co3a10T permKy Tpod s moJioc
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PHK na rene myreMm nepenoca («6aortunra») pasaenenabix Moaekya PHK Ha Hurpo-
LEJIIOJIO3HbIN (UIBTP WM TosmaMu/iHyio 6Gymary. DuibTp 3aTeM MHKYOUPYIOT B pac-
TBOpe, coaep:kamieM Medenbie /|HK-30H7BI, mMOCIEI0BATENILHOCTH KOTOPBIX YACTUYHO
cooTBeTCTBYIOT Tenu, koampytomeii MPHK amb6ymmna. Momexysnpr MPHK, kotopbie
6yayT rubpuausuposarbest ¢ MedeHnbiM JIHK-30m10M Ha GuabTpe (Tak Kak OHM KOMILTE-
MEHTapHbI YaCTH HOPMAJIBHOM TT0C/IeI0BATEIHLHOCTI TeHa anbOyMIHA), 3aTeM JTOKAIU3YIOT
myTeM 0GHAPY3KEHUsT CBSI3AaHHOTO 30H/1a pajinoaBrorpadueil nin XMMIIeCKUME Crioco6aMu
(puc. 8.38). PasMmepbl BCTyMUBINKMX B peakipio rubpuamsarmu Mosekyr PHK MoxHO
OTIpE/IEJINTD TyTeM CPABHEHUS CO CTaHIAPTaMU M3BECTHOTO pasMepa TPU COBMECTHOM
anekrpoopese B dKcriepuMeHTaIbHOM 1mpobe. Tak MOKHO OOHAPYKUTb, YTO KJIETKU
MeYeHn MyTAHTHBIX MbIIIEll CUHTE3UPYIOT HOpMasibHOro pasmepa MPHK ambGymuna
B HOPMAJLHOM KOJIITYECTBE; WM YTO OHU CHHTE3MPYIOT MoseKy b MPHK HOpMambHOTO
pa3Mepa, HO B CUJIbHO MeHbINIeM KoamdecTBe. Bo3MoskHO Takke, 4To MyTaHnTHBIe MPHEK
aabOyMUHA MATOJIOTHYECKH KopoTkue. B atom ciydyae ¢uibrp mis GJIOTTHHTA MOYKHO
3aHOBO MpoaHau3uposarb ¢ Gosiee kKoporkumu JIHK-30HmaMu, Kak/blil 13 KOTOPBIX
HeceT TIOC/IeI0BATeTbHOCTD TOJIbKO YaCTH TeHa, U TOCMOTPETh, KaKkas 9acTh HOPMATbHOM
MPHK otcyrcrByer.

[epsbiit MeTos resb-asekTpodopesa ¢ MepeHocoM Ha MeMOpaHHbINH (GUIBTP JJist
rubpuansannu — CaysepH-6a0TTuHr — HanpassieH Ha anams [IHK, a ne PHK. (Me-
To HasBaH 110 (pamvumnn usooperarenss — Caysepna (Southern), a HosepH- n BecTepH-
GJIOTTHHT TIOJTYYUIN CBOM HA3BAHMS MO aHAIOTHH: southern mo-aHT/MiCKE O3HAYAET
105kHbIH, northern (Ho3epH) — ceBepHbIii, a western (Bectepr) — sanamblii. IT0CKOIbKY
Cay3epH-OJIOTTUHT Ha3BaH B YeCTb YUEHOTO, TePMUH MUIIETCsS ¢ GOMbINON OYKBbI, TOT-
Jla Kak OoCTaslbHble BUAbI OJIOTTMHTa — ¢ MajeHbkoil.) B meroge CaysepH-GroTTurra
n30aMpoBaHHbIe MoJeKyabl JJHK cHavama paciienisoT sHI0HyKIea3aMi PeCTPUKITINT
Ha JIETKO paszfiesiieMble (hparMenTsl. /By Xiienouednble (pparMeHTh! 3ateM (PpakimoHnpytoT
reJb-31eKTpodOPesoM 1 poBoAAT 6aoTTHHT 1 rubpuamsanmio ¢ JJHK-30n1amu (eM. puc.
8.38). Uto6bl OXapakTepr30BaTh CTPYKTYPY T€HA albOyMUHA MyTAHTHOI MBI, HYKHO
UCIOb30BaTh crenndnaHbii Kk anpOymuny /IHK-30H1 1 cocTaButh mMopo6HYyI0 KapTy
PECTPHKIIU TeHOMa B 06/1acTH reHa aabOyMuHa (OHa COCTOUT M3 MOC/Ie0BATETbHOCTENR
dparmenros JITHK, nosrygatommxcst mpu o6paGoTKe pasmuHbIMU pectpukTasamu). Kap-
Ta TIO3BOJISIET OTIPE/IE/INTD, TPOU3OIILIN JIK U3MEHEHUsI B reHe aabOyMUHA B MYyTaHTHBIX
JKUBOTHBIX, HAIIPUMeEP, MOTJIA TIPOM30UTH JIeelus WIN BCTaBKa KOPOTKOH TOCIe0Ba-
tesqibHocTn JIHK. Oamako 6o/bIIMHCTBO OJJHOHYKJIEOTH/IHBIX U3MEHEHUTT 3TUM METO/IOM
OOHAPY KHUTH HEBO3MO3KHO.

B merone Caysepu-6Giorrunra tenu apyxiernoueunbix Mosekya JHK na dunbrpe
JIOJDKHBL ObITh pasjiesieHbl J0 Havyaja tpoiecca rudpuausaimu; ajst atoro [JHK 1mo-
cie amekTpodopesa MOABEPTAIOT BO3AEHCTBUIO MIEJOYN, YTO BEJET K ee JAeHATypaIlum
(He mokasaHo).

8.4.6. TeHbl MOXXHO KNOHMpOBaTb Npu nomowwm 6nénuorek AHK

Jlio6oit pparment [THK MoskHO KJIOHUPOBATh. B MOJIEKYISPHOI OHOJOTHY TEPMITH
«kgonupoBanue [JJHK» mcmosb3yior B AByX cMbIcIaxX. Bo-epBbIX, B IPSIMOM, TO €CTb
B OTHOIIIEHUN TIPOTIECCa CO3AHNS MHOKECTBA MAEHTUIHBIX Kommii MoseKkyabl JHK —
ammumuKanun onpeneseHHoil mocrenoparenbuoctu [JHK. Bo-BTopbIx, TepMUH Takke
onmchIBaeT BblaeaeHne KoHkpernoro ydactka JJHK (o6braHo rena) ms Bcero oObema
kietounoit /IHK, moToMy 4To maHHbBIIN TPOIece 3HAYNTENBHO YCKOPSETCS MyTeM CO3/IaHus
MHOJKeCTBa OIMHAKOBLIX Komuit maTepecytonieir //HK. Kak mokasano panee B maHHOI
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a) 6) cTonka dunsTpoBansbHon Gymarm
pemeenas ~an, HUTPOLIENMIONo3Has
PHK vinn OHK ekrpo
%pea\ Bymara

/

meyeHble PHK unn OHK
M3BECTHOO pasmMepa

cnyxaT mapképamm
y pep renb

PASOENEHNE HYKINEMHOBBIX
KNCNOT NO PASMEPY TPU

OJIEKTPO®OPES3E B ATAPO3HOM T'EJIE

Puc. 8.38. O6HapyKeHue cneumndpuruyecknx
monekyn PHK naum JHK metogom renb-
nepeHoca u rmbpuamnsauuun. B naHHom
npumepe [HK-30HA, pernctpupytot no ero
PafMOaKTMBHOCTU. TaKKe LWWPOKO MC-
nonb3ytoT AHK-30HAbI, 0BHapyKMBaemble
XUMUYECKUMM NN GyopecLeHTHbIMU Me-
Togamu (cm. puc. 8.34). (a) Mpm nomowm
anekTpodopesa pasgenalT no pasmepy
nmbo opHouenoyeyHble monekynbl PHK
(Ho3zepH-610mmuH2), NMbo AByXUeno-
yeyHble ¢parmeHTbl AHK, nonyymslumecs
B pe3y/nbTaTe 06paboTKM pecTpuKTazamm
(Cay3zepH-6s10mmune). (6) Ha renb Hakna-
ObIBAOT HUTPOLLETIONO3HbIA GUABTP Uan
nosMamuaHyto bymary, n pasgeneHHole PHK
mnn OHK nepeHocATca Ha GuabTp nytem
610TTUHTA. (B) HUTpOUENNoN03HbIN GUALTP
aKKypaTHO CHUMaIOT ¢ renisi. (r) Copepalupmii
CBA3AHHbIE HYK/IEMHOBbIE KUCNOTbl GUNLTP
NMOMeELLAIOT B 3aneyaTaHHbI NOAUITUNEHO-
Bbll1 MAKET, HANO/IHEHHbIV CONAHbIM Bydep-
HbIM PACTBOPOM M PaMOAKTUBHO MeYeHbI-
mun JHK-3oHaamun. OH NpoaomKuTenbsHoe
Bpems B3ammogeicTayet ¢ AHK-3o0Haamm
B YC/N0BMAX, cnocobCcTByOWMX rMbpuam-
3aumu. (4) PuabTp M3BNEKAlOT U3 NakeTa
M NPOMBbIBAIOT TaK, 4Tobbl Ha Bymare ocTa-
JINCb TONIbKO T€ MO/IEKY bl 30HA0B, KOTOPble
rMépuansnpoBaanCL C MMMOBUAN30BaHHbI-
mu PHK nan AHK. Nocne paguoastorpadum
CTaHyT BUAHbI nonocbl AHK, rubpuamsosas-
Lenca ¢ MeYeHbIMM 30HAAMU.

arapo3Hbii

rybka
LLIeNOYHON pacTBop

PA3OENEHHLIE HYKNEMHOBLIE KNCOTbI
MEPEHOCATCA HA HATPOLEJTONO3HYIO
BYMATY MNP/ MOMOLLN TOKA BY®EPA
YEPES3 l'ENlb N BYMAI'Y

HUTpoLEenmonosHas bymara
8) C MPOYHO CBA3AHHLIMU
HYKIENHOBBIMM KUCIIOTaMm
CHUMaeTcs \
renb

PALMOAKTMBHO MEYEHbLIN
30HA TMBPUOM3YETCA C HK

3anevyataHHbIn

2) NONU3TUIEHOBBIN
" naxer
MeYeHbIN 30H
MEYEHBIM goHL ~ © OYPere
MOCNE rTMePNON3ALINU
C KOMMNEMEHTAPHBIMU
MOJNTIOCAMU OHK BbIABNAKOT
%) MPY NMOMOLUU ABTOPAONOIPADNN
pacronoxenne/| — e | mevenble
Me4eHbIX - e nosnocki
MapKepoB N —/
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rJIaBe, TEPMUH «KJIOHUPOBAHUE», 0COOEHHO B KOHTEKCTE OMOJIOTUI PA3BUTHUS, TAKKE MOKET
OTHOCHUTBCS K BHIPAIUBAHUIO U3 O/IHOM KJIETKM OOJIBIIOrO YUC/IA TEHETHIECKH M/IEHTUIHBIX
KJIETOK WU JIaJKe CO3/IAHUI0 F€HETUYECKH UIEHTUYHBbIX OPraHu3MoB. B job6oM ciyuae,
KJIOHUPOBAHNE — 3TO TPOIECC CO3/TAHUS MHOKECTBA TEHETMUECKN OJMHAKOBBIX KOTINI;
B JJaHHOM pasze/ie Mbl OyeM HCIOIb30BaTh TEPMUH «KJIOHUPOBaHHE» (MM «KJIOHUPO-
panne [[HK», nim «KJIOHHPOBaHUE IeHa») MO0 OTHOMIEHMIO K METOJaM, HallPaBJIEHHBIM
Ha cuHTe3 GOJIBIIOrO YUCIA UICHTUYHBIX KOIUIl YIaCTKA HYKJIEUHOBOWM KUCJOTBI.

Knonuposanue /[HK B camoMm o6iiieM cMbic/ie MOXKET ObITb TPOU3BEIEHO HECKOJIb-
kuMu criocobamu. Hambosee mpocroit — BBesienue onpezenentoro ¢gparmenra JJHK
B OUUIIEHHBII TEHOM CAMOPEILIUIUPYIOIIEr0CsS TeHETUYECKOTO dJeMeHTa — OObIYHO
Bupyca wm wiagmuasl. Hampumep, dparment /[IHK, comepsxamuii yenoBeueckuil TeH,
MOZKET B IIPOOGUPKe ObITh CIIUT ¢ XPOMOCOMOIl Bupyca Gakrepuii. HoByio pekoMOnHAHT-
nyio Mosekyay JHK 3areM MoxxHO BBeCTH B GaKTepHATbHYIO KJETKY, T/le BCTaBIEHHDBIN
dparment [IHK Oyzaer peruurmuposarbesi Hapasie ¢ [IHK Bupyca. Beero ogna takast
pekombunanTaas mosekyaa JHK, unduimposasiias emHCTBEHHYIO KJIETKY, CIIOCOOHA,
G1arofapst peIvIMKalMOHHBIM MEXaHu3MaM BUPYCOB, Aath 10'? maeHTHIHBIX MOJEKY.T
Bupychoii /[HK menbiiie uem 3a sienb. Takum o6pasoM, TOYHO BO CTOJIBKO K€ Pa3 yBeJI-
YHUTCS cofiepsKanue BBeleHHOTo (pparmMenTa yenoBedeckoii JIHK. Bupycer mm miazmmnt,
MIPUMeHseMble B 3TOM METOjie, Ha3bIBAIOT 8EKMOPAMU KIOHUPOBAHUSL, N TOBOPAT, UTO
pasmHoxkennas myreM Berasku [AHK xkzonuposana.

JIIst MB0JISAIMKM KOHKPETHOTO TeHa 4acTO HAYMHAIOT ¢ CO3JAaHus OubIuomexu
/IHK — wucuepribiBaioiiero Habopa kionupoBanubix dparmentos JHK kiaerku, Tkanu
WM opraimsMa. Jrta 6ubamoreka BKIodaerT B ceOs (MbI HageeMcs) 1o KpaiiHell Mepe
O/IMH yYaCTOK UHTEPECYIOIIEr0 TeHa. BUOIMOTEKN MOYKHO CO3/IaTh TP TIOMOIIU BUPYCHOTO
WJTH TJIA3MU/THOTO BEKTOPOB, U 0OBIYHO UX MO/IEPKUBAIOT B TOITYJISIIIUN OAKTEPUATBHDBIX
Kk7eTok. lIpuHIMMBI, Jexalmie B OCHOBE METOAOB KJIOHWPOBAHUS T€HOB, OJMHAKOBBI
JIUIs1 000MX TUIIOB BEKTOPOB KJIOHUPOBAHUS, XOTS J€TaJN MOTYT U3MEHSThCsl. B HacTos-
1ee BpeMsI I KJIOHUPOBAHUS Yallle UCTIOMb3YIOT TIA3MUTHbIE BEKTOPHI.

HauGosee 1mmpoko ucrosib3yeMbie Jjisi KIOHUPOBAHKS F€HOB MJIa3MUIHbIE BEKTO-
pbl — MaJjieHbKHe KOJiblleBble MOJIeKyJibl aByxiienoueunoil [[HK, Boiienentbie u3 6o-
Jiee KPYIHBIX TIA3MUJI, BCTPEUAIOINXCs B GAKTEPUATbHBIX KJeTKax B npupoje. Onun
00BIYHO cojiepsKaT Jumib Maayio gomio Beeit JHK GakrepuasibHoll KI€TKU-XO35IMHA,
HO WX JIETKO OT/esuTb oT XpoMocomuoii /JIHK 6Grarogaps reGosbiioMy pasmepy, Tak
KaK KPYIHbIE MOJEKYJIbI TIPU 1TeHTPU(YTUPOBAHUNT OCAKIAIOTCSA B Buze rpany.. Ilepen
UCTIOJTb30BAaHNEM B KaueCTBE BEKTOPOB KIOHWPOBAHUS OUUITIEHHBIE KOJIBIIEBDIE TLIA3MU-
JIbI PACHIETUITIOT PECTPUKTA30H I MoMydeHust JuHeHbIx Mosekya JJHK. Temommyio
JIHK, neo6xoaumyio jjist co3panusi GubINOTEKH, PACIIEIISIOT TOU JKe PECTPUKTA30i,
1 nojydeHHble (pparMeHThl pecTpukiny (BKIOYAs COAEepsKalue TeH, KOTOPBIA Hy KHO
KJIOHMPOBATD) HOOABISAIOT K PaCIIEI/IEHHbIM IIa3MIIaM. Barogaps HaIMuuio JTUIKIX
KOHIIOB B pe3yJibTare OTKUTa 06PasyloTcsi PeKOMOMHAHTHbIE KOJIbIEBbIE MOJIEKYJIbI
[IHK, conep:kamue 4y>kepoHYIO 1O OTHOIIEHWIO K ncxomHoi mnagmuae AHK. Jluraza
koBasieHTHO cinuBaer yuactku JTHK (puc. 8.39).

Cuiemyionuii mar codzianusi Ou6JMOTeKU — BBeJleHne PEKOMOUHAHTHBIX KOJIIIEBBIX
JIHK B GakrepuajibHble KJIETKH, KOTOPbIE JIeJIAI0T BpeMeHHo tponuiiaeMbivu Jiist JTHK.
ITO TIPOIIeCC Ha3bIBaeTCst mpancexyuei. 11o Mepe TOTo Kak KIETKU PaCTyT U JIeJISTCS,
YBEJIMUNBAsI CBOIO YMCJIEHHOCTD B/IBOE Kaxk/ibie 30 MUHYT, pEeKOMOUHAHTHbBIE TLIa3MUJIbI
Tak)Ke PeITNIUPYIOTCSA. B pesynbraTe MOIyYIaoT OTPOMHOE YHUCJIO KOTMHI KOJbIIEBBIX
JTHK, comepxaimux uy:kepoambie renbl (puc. 8.40). MHorue GakrepuabHbIe IIa3MEIbI
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KonbLeBasi AByXLeno4yeyHas KIOHUPYEMbIiA
Monekyna nnasmuaHoit AHK pparmeHT 1HK
(KnoHUpyHOLLMIA BEKTOP) pekombuHaHTHas OHK
PACLLEMNEHVE KOBAJIEHTHOE
PECTPUKTA3OM CBA3bIBAHVE
OHK-NTUTA30U
L1 L1
200 Hm 200 Hm

Puc. 8.39. BctaBka ¢pparmeHTta [IHK B 6aKkTepuanbHyo naasmugy npyu nomowm pepmenta AHK-nurasbl.
Mnasmuay pacLLenstoT SHAOHYKNea3oi PecTpUKLMM (B JaHHOM cydae ¢ 06pasoBaHMEM JIUMKUX KOHLOB)
1 cMeLwmBatoT ¢ pparmeHTom [HK, KOTOPbIV HY}KHO KNOHMPOBATb (M MPUIOTOB/IEHHBIM NMPU NOMOLLU TOM e
pecTtpukTasbl). Jobasnaiot AHK-nurasy n ATP. HykneoTuabl Ha IMNKKUX KOHL@x 06pasytoT KoMMnieMeHTapHble
napsl, n IHK-n1rasa clmsaeT ogHouenoyeyHble pa3pbisbl B IHK. B pesynbtaTe nosyyaercs peKoMbUHaHTHasn
monekyna AHK. (MukpodoTtorpadum nonydeHs Huntington Potter 1 David Dressler.)

HECYT I'€Hbl YCTOWYMBOCTH K aHTHOMOTHKAM (cM. riaBy 24). ITO CBOICTBO MOKHO HC-
MOJIb30BATD JIJIST HAXOXK/IEHUS KJIETOK, TPAHC(HEKITI KOTOPDIX MPOIILIA YCIENTHO; eCJIi
GaKkTepUU BBLIPAIMBATL B MPHUCYTCTBUM AHTHOMOTUKA, BBIKUBYT TOJDBKO T€ KJETKH,
KOTOpbBIE cojiepskaT mnasMubl. Kaskaas ucxoHas GakrepuasbHas KJIETKa, B KOTOPYIO
BBEJIN TUIA3MUJLY, COJIEPIKUT, B OOIIEM CJIydae, pasindHblii hparment uyskepoaHoil JJHK.
ITOT PparMeHT HACJEe/[YeTCs BCEMU MTOTOMKAMU 9TON OaKTepuu, KOTopble B yaiike [letpu
hopMUpYIOT MaseHbKUe KOJOHUH.

MHoro JeT maasMuibl MCIOJb30BAIH [ KJAOHUpoBaHust yuactkoB /IHK mmu-
noii ot 1000 1o 30 000 m. 1. C 6onee kpynubiMu parmertamu /IHK 6bu10 cnosxmaee
paboTarh, 1 UX KJIOHUPOBAIHM C TPYZOM. 3aTeM ydeHble HAYaTU UCHOJb30BATh UCKYC-

OByXLenoyeyHas
pekoMbuHaHTHasi
nnasmugHasa JHK

BBOAUTCS
B OakTepuanbHyo KneTky

4 S

GakTepuarnbHas 3 §
KneTka nosienexHve MHOXXECTBO KOMUI OYULLEHHOM

COTHU MUININOHOB PEKOMBMHaAHTHON Nnas3mMuapl,
HOBbIX BakTepui BblAEMNeHHbIX N3 paspyLUeHHbIX
B Kynbtype GakTepurarnbHbIX KNeTok

Puc. 8.40. AMnanduKauua pparmeHTtos [HK, BcTaBNeHHbIX B niasmuay. [ns noaydeHmsa 60/1blworo Konu-
yecrtBa nHTepecytowein IHK pekombuHaHTHY0 naasmuaHyto AHK (cm. puc. 8.39) nocpeactBom TpaHcheKLMM
BBOAAT B BaKTeputo, rae oHa ByaeT no mepe pasMHOMKeHMs BaKTepuit peniMumpoBaTbCa MUAIMOHDBI Pas.
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cmeenmvle xpomocomvl dposxxet (Yeast Artificial Chromosome, YAC), kotopbie crio-
coGHbI BKJIIOUATh B ce6st ouenb kpymnubie Kyckn [THK (puc. 8.41). B Hacrosiiee Bpemst
nust kiaonnposanud (parmentos JIHK mamaoit ot 300 Thic. 10 1 MTH 1. H. MCHOJB3YIOT
HOBBIII IIJIA3MI/IHBII BEKTOP, OCHOBAHHBIN Ha BeTpedaroleiics B E. coli B ecTecTBEHHBIX
yeaoBusix F-tmasmugie. B orinune ot MeHbIIUX 1O pasMepy GaKTepUATbHbBIX TIIa3MU/I,
F-miasmuia u ee mpousBogHas — OGaKTepHaJbHasi HCKyCCTBeHHasi xpoMocoma (Bacte-
rial Artificial Chromosome, BAC) — B kietke E. coli IpUCYTCTBYIOT TOJIBKO B OJIHOI
w ByX Komusix. Bosamoxkno, tor dakr, uro BAC comep:kutcs B GaKTepUATBHBIX
KJIETKaX B TAKOM MAJiOM KOJIMYECTBE, SBJISIETCS TIPUYMHOI ee CIIOCOOHOCTU CTaOMIbHO

BEKTOP HA OCHOBE UCKYCCTBEHHOW

XPOMOCOMb| IPOXOKEM [HK YENIOBEKA
OR| CEN EcoR1
A ©
TEL B
- TEL
am OYEHb CIABOE
BamH1 PACLLEMNEHVE
EcoR1
PACLUEMNEHVE
v BamH1 /1 EcoR1
TEL A ORI CEN B E-
s ¢ I, e .
neBoe nneyo npaBoe nrne4o KpyrnHble doparMeHTbl XpOMOCOM

NNTMPOBAHWE [HK 1 TPAHCO®OPMALINA
[OPOXOKEBOW KIETKU

TEL A ORI CEN B TEL

] L | [ D [ ]

| I Il |
5,6x10° n. H. ao 10° . H. 3,9x10° . H.

MICKYCCTBEHHAA XPOMOCOMA [OPOXOKEW, HECYLLAS BCTPOEHHYIO B HEE [JHK YEJTOBEKA

Puc. 8.41. Co3gaHue UCKyCCTBEHHOM Xpomocombl apox:keid (YAC). Bektop YAC No3BONAET KNOHMPOBATb OYeHb
6onblme monekynbl HK. TEL, CEN 1 ORIl — 3T0 nocnegoBaTebHOCTM TEJIOMEPDI, LLEHTPOMEPbI M TOYKM Hayana
pennunKaLLmm cCooTBETCTBEHHO APOXKKeW Saccharomyces cerevisiae; Bce 3TV y4acTKM HEOO6XOAMMbI AN1A PA3MHO-
»keHusa YAC. BamH1 v EcoRI — 3T0 caifTbl, N0 KOTOPbIM COOTBETCTBYHOLLME PECTPUKTA3bI PACLLEN/IAIOT ABOMHYO
cnupanb AHK. MocneposatensHocTv, 0603Ha4YeHHbIe A 1 B, KoanpyroT pepmeHTbl, CayKalume CeNneKTUBHbIMM
MapKepamu 415 yNpoLLEeHUA MAEHTUPUKALMY LPOMKIKEBBIX KNETOK, COAEPHKALLMX UCKYCCTBEHHYH XPOMOCOMY.
MocKonbKy bakTepUN AenaTca bbiCTpee, YeM APOXKIKM, B HACTOALLEee BpeMA B 6ONbLUMHCTBE LUIMPOKOMACLITab-
HbIX MPOEKTOB MO KNOHUPOBaHMio AnA amnandukaumm AHK ucnonbsytot E. coli. (AgantuposaHo 13 D. T. Burke,
G.F.Carle and M. V.Olson, Science 236: 806—-812, 1987. C ntobe3Horo paspelleHus usgatenscrea AAAS.)
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HO/I/IEP’KUBATh KPYIIHbIE KJIOHUpOBaHHbIe mnocienoBaresbuoct JJHK: mpu namuunm
Bcero HecKOTbKUX BAC BeposgTHOCTb HapymieHns KJIOHUPOBaHHBIX (parmenToB /JHK
[IpY PEKOMOMHAINK C JIPYTUMHU KOIMUSIMU ILJIa3MK/bl OueHb Majsia. Biaropapst ux cra-
6ubHOCTH, criocoOHOCTH npuHUMarh Gosbiiue yuactku JJHK u npocrore B o6patienun
GaKkTepra/ibHble UCKYCCTBEHHbIE XPOMOCOMbI CTJIU MPEJAIIOUTUTENbHBIMI BEKTOPAMU
Jutst cospanust 6ubsmorek [JHK croskHbIX Oprann3MoB, BKIIOYAs TeHOMHbIE OHOIIOTEKH
4eJIOBEKA 1 MBbIIIIN.

8.4.7. ABa Tuna 6ubnuortek AHK cnykat pasnuyHbim Lenam

Pacierienie 11e10r0 TeHOMA KJIETKH CIENMPUIECKON PeCTPUKTA30H 1 KIOHIPOBA-
HUE KayK/I0r0 (pparMenTa, Kak OIUCAHO BBIIIIE, IPUBO/UT K 00PA30BAHUIO OUeHDb OOJIBITIOrO
yncaa ¢parmentoB [IHK — mopsaka MuiimoHa B ciydae TeHOMa MJIEKOMUTAIONTIX.
DparMenTsl pacrpeiesenbl Cpeal MIJIIHOHOB PAa3JMYHBIX KOJOHWUN OGaKTepUaTbHBIX
KJIeTOK, TipeTeprneBmux Tpancdeknuio. B BAC, B oTimume OT TUMWYHBIX TLTA3MUI,
MOZKHO BCTaBJISITH GOJibiie (hparMeHTbl, TI03TOMY JIJISl OXBaTa BCEro reHoMa TpedyeTcst
MeHbIle 6aKTePUATbHBIX KJIETOK. B o6oM ciaydae, Kaskaasd KOJTOHUS COCTOUT U3 KJIOHA
KJIETOK, TIPOM3OIIEINTIX W3 €INHCTBEHHON
KJIeTKU-TIPEIIECTBEHHIKA, 1 TI09TOMY KasK-
Jlag KOJIOHUS COJIEPSKUT MHOKECTBO KOTIHIA
OTIpEZIEJIEHHOTO y4YacTKa (hparMeHTHPOBAH-
Horo renoma (puc. 8.42). Takas niasmua
conepsxkut kaon renomuoii [IHK, a monmbrit
Habop TUIa3MUJl Ha3bIBaeTCsi OMOJMOTEKOM
resomuoii /IHK. Ho mockosbky reHoMHas
JIHK paspesaercs na pparMentsbl ciaydaii-
HBIM 06pPa3oM, TOJIBKO HEKOTOPbIE (hparMeH-
TBI COJIEP>KAT TeHbl. MHOTTE KJIOHBI TEHOM-
noit /IHK, monydyennsie u3 /IHK Bbicmmx
YKAPUOTIUYECKIX KJIETOK, COAEPKAT TOJIBKO
nexkoaupytonryio /IHK, kotopas, kak moka-
3aHO B riaBe 4, COCTaBJsieT OOJIbIIYIO YacTh
TaKX TEHOMOB.

AJbTepHATUBHDBIN TOJX0/ COCTOUT

asyxuenoveyHasn OHK yenoseka

PACLUEMNEHNE
PECTPUKTA30OU

MUISIMOHbI (hparMeHToB

reHomHown AHK B BbIOOpE liepe]] HauaaoM IIPOLecca KJIOHU-
BKIIOUYEHWUE ®PATMEHTOB [JHK POBaHMS TOJIBKO TeX II0C/Ie/[0BaTeIbHOCTeil,
B COCTAB MNA3MMA KoTopble Tpanckpubupyiorcs B MPHK u,

TaKUM 00pPa3oM, COOTBETCTBYIOT TeHaM, KO-
qupytonM Gesikn. C 2TO 11e/Iblo U3 KJTe-

> PEKOMBUHAHTHbIE Tok BoieaioT MPHK 1 3atem cuaTe3npyior
monekynbl HK

B BAKTEPUN HomHoW OHK. leHoMHble 6MbAnOTEKN 0BbIMHO NoAa-
OEpPrKUBALOT B Nonynaummn 6aktepumii. Kaxxaan 6aktepums
HeceT KaKoW-To oAuH dpparmeHT Yenoseyeckon OHK.
[na npocToTbl MOKa3aHO KNOHWPOBaHME TO/BKO He-
CKONbKUX MOKasaTesibHbIX (U306paxeHsbl ysemom)
¢dparmeHTOB. B peanbHOCTH ByayT KNOHUPOBAHbI U BCe
6ubnuoteka reHomHon [IHK yenoseka cepble yqacTkm [HK.

l BBEAEHWE MNMIASMUL Puc. 8.42. CospaHne 6MBNMOTEKM YeNoBeYeCcKoil re-
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kommo /IHK xaxpoit mpucyrcersytonieit MPHK. Taxuwe monexyspr [IHK maspiBatores
xomnaemenmapnoinu [AHK, nmm x/[HK. Peakims KOMIpOBaHUS KaTalu3upyercs 00-
PaTHON TPAHCKPUNTA301 PETPOBUPYCOB, KOTOPASd CUHTE3NPYET KOMILTIEMEHTAPHYIO I1eTTh
JIHK na nenu PHK. Opnonenioueunbie MogiekyJint k/IHK, cunresupoBattbie o6partHoit
TPAHCKPHUITA30l, CTAHOBATCS ABYXIIETIOUEYHbIMU 3a cueT Aefictsus [IHK-moamvepassr,
n yke Takue MoJiekyJsnl K/{HK BBOgAT B mumasMuanbIil M BUPYCHBIH BEKTOP 1 KJIO-
uupyior (puc. 8.43). Kaibiil MOJyYeHHbINH TAKMM METO/IOM KJIOH HA3bIBAETCSI KJIOHOM
k/IHK, a Bech nHaGop KJIOHOB, MOJNyYEHHBIX U3 eAuHOKpaTHOro Boiaeaenus MPHK, co-
crasisier 6ubmorexy k/IHK.

Ha puc. 8.44 mokasaHbl HEKOTOPBIE BOYKHbBIE PA3IIMUNS MEXKIY KIOHAMU T€HOMHON
JIHK u knonamu k/I[HK. 'eHoMibIe KJIOHDBI IPEACTABIISIOT COOOI Cirydaiinblii Habop Beex
nocsrefoBaresbiocreit /IHK opranmama, u, 3a peIKUM HCKJIIOYEHNEM, OHU OJMHAKOBDI
BHE 3aBUCUMOCTHU OT THUIIA KJIETOK, U3 KOTOPBIX uX noayuaior. Hao6opor, kiaonbr k/HK
COJIEPIKAT TOJIBKO T€ YUaCTKK reHoMa, Kotopbie Oblin Tpanckpubuposanbl B MPHK. Tlo-
CKOJIbKY KJIETKU PA3JIMYHBIX TKAHEW CUHTE3UPYIOT pasJjnytbie HaOopbl MoJiekys MPHEK,
JUIST KQKJIOTO TUTIA KJIETOK MOoJIyJaioT pasindtbie 6ubianoreku k/[HK.

8.4.8. Knonbl K[1HK copepxaTt HenpepbiBHbIe KoAMpYOLUMe nocneafoBa-
TeJIbHOCTU

UcnonbzoBanne 6ubimorek k/IHK s KIOHUPOBaHWMS TeHOB MMEET HECKOJBKO
MpenMyIIecTB. B mepByio odepe/ib CHeain3npoBaHHble KJIETKI CHHTE3NPYIOT HEKOTO-
pbie GesTki B GOJIBIITIX KomdecTBaX. B aToM ciayuae, komupyioiue Gesok MPHK ckopee
Bcero OyIyT COJepKaThCd B KJIETKE B TAKOM 0ObeMe, YTO TOTy4YeHHASd U3 9THX KJETOK
oubsmmoreka k/IHK Oymer oGoramena mosekyaamu k/IHK, xomupyionmmu JaHHbIT
6€eJIOK, UTO 3HAUNTENbHO 06JeryaeT 3a/[auy njaeHTHUKAIMNA HY>KHOTO KJIOHA B GHOINO-
texe (cM. puc. 8.44). Temorno6uH, HanpuMep, B GOIBUINX KOJMYECTBAX CUHTE3UPYETCs
B Pa3BUBAIONIUXCsE 9pUTPOIUTaX (KPACHBIX KPOBSIHBIX TEJIbIIAX ); MMEHHO MOITOMY TE€HbI
TJIOGUHOB KJIOHUPOBAM OJTHUME M3 MEPBbIX.

Hau6onee BaxxubiM 1ipenmytiiectBoM kiaonoB k/IHK saBisercst Tor dakr, uyro oHn
cofiepsKaT HeTPEepPbIBHYIO KOIUPYIONIYIO TOCJIe/I0BATEJbHOCTh TeHa. Kak Mbl Buesn,
TeHbl 9YKAPUOT OOBIYHO COCTOSAT M3 KOPOTKUX KOJMPYIONINX TOCJe0BaTeNbHOCTElH
JTHK (9K30HOB), OT/JENEHHBIX APYT OT APyra 3HAYUTENbHO GoJiee JJTUHHBIMU HEKO-
JupyonmMu rocaegoBaresbioctsivu (marporamu); cuntes MPHK Briouaer B cebst
yaaseHne HEeKOAMPYIONNX TI0ceoBaTebHOCTe 13 mcexoanoro tpanckpunrta PHK
u cksenBanne (CIUIACHHT) KOAMPYIOMIUX Moc/eoBarebHocTeii. Hu B Gakrepuasib-
HOI1, HU B IpokkeBoil kieTkax PHK, momydennas u3 reHa BBICIIEN 9yKapUOTHIECKOI
KJIETKU, He Oy/leT mpeTeprieBaTh TakuxX Mojamdukanuii. TakuM o6pa3oM, KOTIA IeJIbio
KJIOHUPOBAHMS SIBJISIETCS paciinpPOBKa aMHUHOKUCIOTHOI MOCeI0BATEBHOCTH GeslKa
n3 nocsenosareabHoctn [IHK nmm nomydenne 6enka B GOJBITNX KOJTMYECTBAX MyTeM
IKCIIPECCUN KJIOHMPOBAHHOTO TeHa B GAKTEPHATBHON WJIM JIPOKIKEBON KIIETKe, Tpe/l-
noururesbHee HaunHath ¢ K/IHK. bubmmoreku x/[HK o61azaor AoMOJIHATEIBHBIMA
MPUMEHEHNAMNI: Kak onmcano B riase 7, MHornM MPHK denoBeka n Ipyrux CI0KHBIX
OpPraHM3MOB CBOWCTBEHEH aJbTePHATHBHBIN critaiicuar, n 6ubaoreka k/IHK 3agactyio
CoZIepKUT GOJTBITIMHCTBO, €CJIN He Bee, anbTepHaTHBHBIE BapranTel MPHK, conepskarnmecs
B JIaHHOHN KJIETOYHON JIMHUW WM TKAHM.

lenomubie 6ubamorexn n 6ubmmorekn K/ IHK — 910 Hemcuepriaembie pecypcehl,
KOTOPBIMH HCCJIE/IOBATENN JIEJSATCS Mexy coGoit. CerojiHsi MHOTHE TaKoro poja Ou-
GJIMOTEKH JIOCTYTTHBI 13 KOMMEPUYECKUX UCTOUHHKOB.
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PA3PYILEHVIE
KNETOK W
TKaHb
(wanpumep, woar)  OVICTKAMPHK
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AAAAAAA
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C MONW(T)-3ATPABKOW
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OBPA3OBAHUE KOMMIEMEHTAPHON 1777771
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[OHK-KOM rP MOMOLLN

5 MPHK L OBPATHOW TPAHCKPUMTASI 5
/ PR
TTTTTTT
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KOHK | pACLENNEHWE PHK
MNPV NOMOLLUW PHa3sbl H
5 3
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TTTTTTT
3 5
®PATMEHT PHK CTY>KUT 3ATPABKOM ]
ANS AHK-NONMMEPA3bI, CUHTE3VPYIOLLEN
BTOPYIO LIEMb kAHK
5 3
AAAAAAA
, [ O I O |
3 TTTTTTT
5/

asyxuenoveyHasn kAHK-konua ncxogHon MPHK

Puc. 8.43. Cuntes KAHK. 13 TKaHu BbiaenstoT Bcto MPHK, n depmeHT o6paTHas TpaHCKpMNTasa cUHTe3NpyeT
KomniemeHTapHble K Monekynam PHK monekynbl AHK (KOHK) (cm. cTp. 320). 15 NpocToTbl MOKa3aHo Konu-
posaHve B [1HK TonbKO ofHOM Takon MPHK. CHayana KOPOTKUIA ONMIOHYKNEOTUA, CAyMKallumii npainmepom
N1 06paTHOM TPAHCKPUNTa3bl, TMBPUAN3YETCA C KOMMIEMEHTAPHbIM MoK (A)-xBocTOM Ha 3'-KkoHue MPHK (cm.
rnasy 6). 3aTem obpaTtHaa TpaHCKpunTasa konupyet PHK B komnaemeHTapHyto uenb [AHK, 06pasysa rubpuaHyto
ABoWiHyto cnnpanb AHK/PHK. O6pabotka rmbpuaa AHK/PHK depmeHtom prboHykieasoit H (cm. puc. 5.12)
NpuBOAMUT K 06pa3oBaHMIO Pa3pbIBOB M Nponyckos B Lenu PHK. 3atem depmeHT AHK-nonnmepasa konupyet
ocTaBLyoca ogHoueno4veyHyto KAHK c obpasosaHmem agoviHon cnnpanu KOHK. Mpaiimepom aTon peakuum
CUHTE3a CIYMKUT y4acTok ucxogHo mPHK. Mockonbky AIHK-nonnmepasa, ucnonbsyemas s CMHTE3a BTOPOM
uenoykm JHK, moxkeT paboTaTtb Yepes cBa3aHHble Monekysbl PHK, yuactok PHK, ocHoBaHuMsA KoToporo ¢ 3'-KoHLua
cnapeHbl ¢ nepsoit uenoykon AHK, 06bIYHO CNYKUT NPaiMepPoM A/19 KOHEYHOTO NPOAYKTA CUHTE3a BTOPOM
uenu. 3ta PHK BnocneacTsum aerpagmpyet npu KIOHMPOBaHUK. B pe3ynbTaTe HyKAeoTUAHbIe NocneA0BaTe b-
HOCTW € 5'-KOHLOB ncxoaHbIx Mosiekyn MPHK yacTo otcyTcTaytoT B 6ubnmotekax kAHK.

8.4.9. TeHbl MOXKHO CeNeKTUBHO amnan$uLUpoBaTb C MOMOLLbIO NOAN-
Mepa3HOM LienHon peakumn

Cef/’mac, Korjia JOCTYITHO OTPOMHO€E KOJIMYECTBO I'€HOMHDbIX HOCJIeJlOBaTeJIbHOCTefI,
Ir'e€Hbl MOT'YT OBITD KJIOHUPOBaHbI HAIIPAMY1O 6e3 IIpeABapUTE/IbHOI'O CO3/IaH1A O6nGINOTEKN
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Puc. 8.44. Pasnuuua mexay knoHamu KAHK n reHomHoii AHK, nonyyeHHbiMK 13 ogHoro yyactka OHK.
B aaHHOM npumepe reH A TpaHCKpUBUpPYeTCs peaKo, Toraa Kak reH B — yacto. Oba reHa coaepiKaT MHTPOHbI
(3eneHoble). B 6rbnmoteke reHomHol [AHK B KNOHbI ByAET BKAOYEHA KaK MHTPOHHAA, Tak U HETPaHCKpMbupyemas
[OHK (po3osas). Mpuyem 6ONBLIMHCTBO KOHOB COAEPHKAT TO/IbKO YaCTb KOAMPYIOLLEW NOCIeA0BaTENbHOCTU
reHa (kpacHas). B knoHax kAHK nocnefoBaTeNbHOCTU UHTPOHOB (}#esameoie) yaaneHsl B pesynbrate cniai-
cuHra Bo Bpems dopmuposaHus MPHK (20s1y6a5), 1 NOSTOMY B KaXKAOM K/IOHE COAEPHKUTCA HenpepbiBHasA
KOAMPpYIOLLAA nocnesoBaTenbHOCTb. MOCKO/bKY reH B B KneTKax, U3 KOTopbIX nonyyatot 6ubnvoteky KAHK,
TPaHCKPMBUMpYETCA YaLLe, YemM reH A, OH 1 BCTpeyaeTtca B bubanoTeke ropasgo vate. B 6ubnvoreke reHoOMHOM
[OHK reHbl A 1 B 6yayT cogeprKaTbCa B O4MHAKOBOM KO/IMYEeCTBe.

JTHK. Mertox nosmmepasnoii nennoii peakuun (ITI[P) caenan Bo3MOKHBIM ObICTPOE
kyonuposanue. Bass nesnbiii renom, [P nossossier ammmuduimposars JIHK BoiGpan-
HOTO y4YacTKa B MIJIIMAp/Ibl pa3, apdextnBHo «ounmmass» aannyio /[HK ot ocraabhnoro
reHoMa.

Crauama XUMHYECKIMU METOZAMU CUHTEe3UPYIOT mapy oJuronykaeotnnoB [JHK,
MPUIETAIONINX C IBYX CTOPOH K HY>KHOH HYKJICOTUAHON MOCJIe0BATETbHOCTH TeHa. JTH
OJINTOHYKJIEOTH/IBI 3aTeM NCTIONb3YIOT B KauecTBe paiiMepoB cunTe3a [JHK Ha oqnHOUYHBIX
LETISIX, MoydeHHbIX myTeM HarpeBanust [JHK Bcero reroma. 3aHOBO CHHTE3MPOBAHHYTO
JIHK nosyuaior B peakiiuu, Karaausupyemoii in vitro ouniientoit J|HK-noniumepasoii,
1 TpaiiMepbl ocTaloTes Ha 5’-KoHnax Koneunbix (pparmenros [JHK (puc. 8.45, a).

Bo Bpems niepBoro nukia cunresda [JHK nudero ocobennoro He nosydaercst; cujia
Mmerona ITIIP packppiBaeTcst TOMbKO Yepe3 HeCKOIbKO MOBTOpeHNi 1ukia cuntesa JJHK.
Kaxapiit muka yaBanBaeT KOMMIeCTBO CUHTe3NpOBaHHOU B TporwioM ke JHK. Ilo-
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Puc. 8.45. Amnandukauma AHK npu nomowm metoaa MUP. 3HaHue nocneposatensHoctn [HK, koTopyto
HeobxoAMMOo amnandULMpPOBaTb, NO3BONAAET CO34aTb ABA CUHTETUYECKMX onuroHykneotnga OHK. OguH
nparimep KOMMNIEMeHTapeH Nocnea0BaTeIbHOCTM Ha OAHOW Lenun agoliHow cnupanu HK, a BTopoit — no-
CNefoBaTeNbHOCTU Ha APYroi Lenu, HO C NPOTUBOMOIOMKHOMO KOHLLA YHaCcTKa, KOTOPbIM HYXKHO PAa3MHOXMTb.
I3TU ONIMTOHYKNEOTU bl CNIYXKAT B KayecTse npalimepos ana cuHtesa [IHK, katanusmpyemoro AHK-noavmepasoi
in vitro, n ol onpegenstoT yyactok [HK, KoTopbiit byaet amnanduumposat. (a) MLUP HaumHaeTca ¢ auHK,
W B Hayane KaXkaoro UMKNa NPOUCXOAMT KpaTKoe HarpesaHWe Ana pasgeneHus uenein (war 1). Mocne pas-
neneHun uenen oxnaxkaeHve AHK B NpucyTcTBUM M3ObITKA ONIMTOHYKNEOTUAHbIX NPAiMepoB No3BonseT
NPOU30UTU TMBPUAN3aLMM STUX TPAVNMEPOB C KOMMIEMEHTAPHLIMU NOCNEA0BATENbHOCTAMM Ha ABYX Lenax AHK
(war 2). 3atem cmecb MHKYBUMpYOT ¢ IHK-noanmepasoi n YeTbipbms AE30KCUPUBOHYKNeo3naTpupochaTamm
oA cuHTesa [IHK, HaumHatoweroca ¢ AByx npaimepos (war 3). 3aTem UMK NOBTOPAIOT, HAUMHAA C HAarpeBaHua
0N pasgeneHuns uenen cuHtesnposaHHoi OHK. (6) Mo mepe Toro Kak npoLecc NOBTOPAOT CHOBA U CHOBA,
HOBble CMHTE3MpPOBaHHbIe GpParmeHTbl CAy»KaT WabnoHaMK 4R CNeAyoLWero LMK, U Yepes HEeCKObKO Lu-
KnoB npenmyLecteeHHas JHK naeHTMYHa nocnefoBaTeNbHOCTU, OrpaHMYEeHHOW 1 BKAOYatoLwel B ceba aga
nparimepa ncxogHoro wabnoHa. N3 HK, ¢ KoTopolt Havanacb UCXOAHAA peaKkLmsa, aMnaMbULMpPyeTca TONbKO
NocnefoBaTeNbHOCTD, 3aK/IOYEHHAA MEXKAY ABYMSA Npaimepamm, MOCKONbKY K APYr1MM y4acTKam npaimepos
HeT. B npuBeaeHHoOM npumepe (6) Tpy umKna peakumm aatot 16 uenent AHK, 8 n3 KoTopbix (3aK104eHHbIE
8 Mcesimole MpsAMOY20/bHUKU) 0613 4at0T TaKOM e A/IMHOM U B TOYHOCTM COBMAZALOT C OAHOM U3 Lenei uc-
XOZHOW OrpaHWYeHHOW NocnesoBaTeIbHOCTH, NMOKAa3aHHOM CNeBa; OCTa/bHble LIeMKM CoaepKaT COOoKy OT uc-
XOZHOW NoCNeA0BaTeIbHOCTM AoNoNHUTENbHYI0 [IHK, penamumpyemyto B HECKOIbKMX NePBbIX LMKnax. MNocne
elle yeTbipex umknos 240 n3 256 ueneit AHK 6yayT B TOYHOCTM COOTBETCTBOBATb UCXOAHOW OrPaHUYEHHOM
nocnefioBaTeNbHOCTH, @ eLle Yepe3 HeCKONIbKO LMKNO0B, NPaKTMYeckn Bce monekynbl AHK 6yayt obnagats
TaKoW YHUKaNbHOW AIMHOMN.
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CKOJIbKY KasK/Iblii 1IUKJI TpeOyeT KPATKOrO HArpeBaHUs JiJist pa3/leIeHus 1ierieii TBONHOMN
crmpasu [THK, reo6xonumo uctosb3oBanue creruaibioit [[HK-mosumepasbr, kotopast
He GyJiet ienaTypupoBarth 1pu HarpeBanuu. Takyio /[IHK-nommmepasy Bbiiesistior us tep-
Mo UIBbHBIX GaKTEpPHii, U OHA YCTONUYMBA K 3HAYUTEJLHO 60JIee BBICOKUM TEMIIEPATYPaM,
yeM oObruibie Gesiki. C KaxbiM HOBbIM 1ukJoM cunte3a /IHK noBbie dparmenTbi
cayskat mabJIoHaMu JIJIst CJEIYIONIUX, U Yepe3 HECKOJIbKO IIUKJIOB IPEUMYIIECTBEHHBIM
mpoaykroM peakiuu Oyzaer oxuu Buja JIHK, ubs mmHa cooTBETCTBYET PacCTOSTHUIO
MEsKIy ABYMsI HCXOAHBIMU npaiiMepamu (cM. puc. 8.45, 6).

Ha npakrtuke adgpexrnras ammmduranus JHK tpebyer 20—30 peakimmoHHBIX
[IUKJIOB, TIPOJIYKTbI KayK/I0r0 IUKJIa cayskar mabmonamu JJHK mis caemyiorero — or-
CIO/Ia TEPMUH TIOJMMepasHas «IlelHas peakiist». Ha mpoxoskaeHne oZHOTO MHKIA 3a-
TPAYMBAETCS BCETO OKOJIO O MUHYT, U BECH IPOIECC MOMKHO JIEFKO aBTOMATU3UPOBATD.
Taxum o6paszom, [T1P genaer BO3MOKHbBIM «OECKIETOYHOE MOJIEKYJISIPHOE KJIOHUPOBAHUE
dparmernra [IHK 3a HeckosbKko 9acoB, TOrAa KakK 7S CTAHJAPTHOTO KJIOHWPOBAHUS
TpeGyeTcsi HECKOJIBKO JIHell. JTOT METO/ B HACTOSIIIEe BPEMsI TIOBCEMECTHO HCIOJIb3YIOT
nuist mpsaMoro kinoanpoBaand [IHK nHTepecyiommx reHoB, KOTa ICXOTHBIM MaTEPUAIOM
cayskut 6o redomuast JIHK, sm6o Boitenennas us kiaerok MPHK (puc. 8.46).

Mertop ITTIP ouenb 4yBCTBUTEIEH; OH TTO3BOJISIET OOHAPYKUTH O/IHY €/IMHCTBEHHYIO
mosiekyy JIHK B o6pasiie. Touno Tak jxe MOKHO aHATIU3UPOBATH CJIE0BbIE KOJIMUECTBA
PHK, npensapuresbio Tpanckpubuposas ux B JIHK mpu oMot 06paTHoii TpancKpuIi-
taspl. Meton kiaonuposanust [P B 3naunrenbhoii Mepe Boitechn CaysepH-OJ0TTHHT
u3 obJjacreil JMArHOCTUKU TEHETHMYECKUX 3a00JI€BaHUil U HU3KOTO YPOBHSI BUPYCHOM
undekiun. Takske o nojaer GoJibline HAAEKAbI B 00JacTh Cy/AeOHO-MEAUITNHCKON
9KCIIEPTU3DI, T/le €r0 MOKHO WCIOJb30BATh IS aHAMN3a METbUAlINX CJIe0B KPOBU
U IPYTUX TKaHel, Jake HA YPOBHE OJHON KJETKHU, W WACHTUMUKAIINN YeTOBeKa, KOMY
9TOT 06pa3el] NPUHAJIEKAT, IPU TOMOIIU €r0 WU €€ FTeHETHYECKOTO «OTIEeUYaTKA Masb-
a» (puc. 8.47).

8.4.10. Knetku Kak ¢pabpukin no nponsBoacTBy cneyudpumnyecknx 6enkos

OCHOBHAs 4aCcTh U3 THICSY PA3JIMYHBIX OEITKOB — CIOJ[a BXOJAT U O€JTKH, BBITIOJIHSIO-
e BaKHelme KioyeBble (DYHKIIMM, — MPHUCYTCTBYET B KJETKE B OUYEHb MAJTEHBKIX
KosimuecTBax. PamHbiiie GbIJIO OYeHb CIOKHO, eCin BOOOIIE BO3ZMOKHO, MOJYYUTh 60see
HECKOJIbKUX MUKDPOTPaMMOB 4ncToro Gesika. Bo3MoxkHO, HanbGosiee BaXKHBIM BKJIQJOM
kyionnposanug [ITHK u reHHoll WHXXeHEpHH B MOJIEKYJISIPHYIO GHOJIOTHIO CTAIO TO, YTO
OHU TIO3BOJIMJIM TIOJIYYaTh JOOOH GeNoK KJETKH B MPAKTUYECKU HEOTPAHMYEHHOM KO-
JITYECTBE.

Bosbiiine kosmyecTBa HysKHOTO OesiKa TIOJIYYAIOT B JKMBBIX KJIETKAX MPU TIOMOIIH
BeKTOpOB dKcnpeccun (puc. 8.48). OGBMHO HTO ILTA3MU/IbI, CO3IAHHBIE IS TIOTYYEHNS
Gosbiimx Kosmyects crabuibHoit MPHEK, kotopyto Mo:kHO ahPeKTUBHO TpaHCMpoBaTh B Oe-
JIOK B TIPETEPIEBIIHNX TPAHCREKITHIO KIETKAX OaKTepHit, APOKIKEN, HACEKOMBIX HJTH MJIEKO-
nuTalonmx. UToObI BLICOKOE COJEPIKAHNE UYKEPOJAHOTO (GeJIKa He MENIao POCTY KJIETKH,
BEKTOP 9KCIIPECCUH YaCTO CO3/AI0T TaKMM 00pa3oM, uToObl crHTe3 wyskepojHoii MPHK
1 GeJIKa HauMHAJICS HE3a/[0JIT0 JI0 TOTO, KaK KJIETKH coOupator u usupyior (puc. 8.49).

[MockoabKY HYKHBIN GEJIOK, TTOJIyYaeMblii TIPU TIOMOITN BEKTOPA 9KCIPECCHH, CHH-
TE3UPYETCs BHYTPH KJIETKH, MOCJE JIN3UCA KJIETOK €r0 HEOOXO[UMO OYUCTUTD OT OEJTKOB
KJIETKU-XO3SMHA TIPH oMot xpomarorpadun. Ho MOCKONBbKY B KJIETOUYHOM Jm3are
aToro Gesika comepskurcst B u36bitke (wacto 1—10 % ot Bcero Geska KJIETKH), OYUCTKY
JIETKO OCYIIECTBHUTD BCETO 32 HECKOJIBKO MIaroB. Kak MOKa3aHO BbIllle, MHOTHE BEKTOPDI
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Puc. 8.46. NMonyyeHne reHOMHOrO K10Ha uaum kKnoHa KAHK ¢ nomoLbio nonMmepasHoi LEenHoi peakumu.
(a) YTobbI NOAYYNTL FEHOMHBINM K/IOH, CHaYana U3 KJeToK BblAenaoT xpomocomHyto IHK. 3atem pobasnatot
nparimepbl gaa MLUP, dnaHkupytowme KnoHmpyemblii yyactok JHK, n npoBoAAT MHOTO LMKAOB peakumm (cm.
puc. 8.45). Mockonbky amnanouumpyetcs Tonbko AHK, 3akntodeHHan mexay (v cogepkaian) npanmepsi, MNLP
MO3BONIAET CENIEKTUBHO MONYYUTb KOPOTKME YHaCTKMN XpomocomHol HK B unctom Buge. (6) s Toro 4tobbl
ncnonb3osatb MNUP gna nonyyeHna knoHa kAHK reHa, cHavana u3 knetok BblgenaoT MPHK. 3atem k cmecu
MPHK nob6asnsatoT nepsbiit npaimep, n obpaTHaA TPAHCKPUNTa3a CUHTE3UPYET KoMNeMeHTapHyto Lenb JHK.
Mocne sToro f06aBnAOT BTOPOI Npaimep, U ogHoLenovevHasa monekyna KAHK amnanduumpyetca B nocne-
[0BaTeNIbHbIX LmKAax MLP, Kak NokasaHo Ha puc. 8.45. B 060ux TMNax KNOHMPOBaHMA HeObXOAMMO 3apaHee
3HaTb HYK/IEOTUAHYIO NOC/Ie0BATE/IbHOCTb MO KPaHEeN Mepe YacTu KNoHUpyemoro gpparmeHTa.

AKCIIPECCHU CO/IEP)KAT MOJIEKYJISIPHbII MapKep — KJIAcTep MUCTH/IMHOBBIX OCTATKOB MJIN
MaJIEHbKHIT MapKepHbIl GeJIOK — B 9KCIIPECCHPYeMOM GeJike, 4To 00JerdaeT O4nCTKY
npu nomomm addunnoii xpomarorpadun (em. puc. 8.16). Ceituac J0CTYIHbI PA3HOO-
GpasHble BEKTOPbI SKCIPECCUH, KaXX/bIIl M3 KOTOPBIX pa3paboTaH /IS OHpe/leJIeHHOI
KJIETKH, B KOTOPOil Gy/JeT npousBoanuTbes 6eok. TakuM o6pasoM, KJIETKH MOKHO 3a-
CTABUTb CUHTE3UPOBATDH GOJIbIIINE KOJIMYECTBA MOJIE3HBIX /TSI MEJMITTHBI GETKOB, HAIPHU-
Mep YeJI0BEYECKOTO MHCYJIMHA U FTOPMOHA POCTa, MHTEP(HEPOHA U BUPYCHDBIX AHTUTEHOB
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K BakiuHaM. B Gosiee o61iieM ciiyyae 5T MeTO/Ibl TTO3BOJISIIOT TTPOU3BOUTL B GOJIBIINX
KOJIMYECTBAX JI000I GENOK, Jake TaKO, KOTOPBIN B KJIETKe COAEPIKUTCS TOJIbKO B He-
CKOJTbKUX KOTHAX, JJIS T€TANbHBIX CTPYKTYPHBIX U (DYHKITMOHATBHBIX MCCIIEIOBAHNI],
MEeTO/Ibl KOTOPBIX MbI 0OCY/IUJIA PaHEe.

Mertospt padorst ¢ JIHK Takske 1m03BoJISIIOT 10/1ydath GOJIbIINE KOJMUECTBA JIOGOI
mouiexystbl PHK mipnm yenoBun, ecu ee ren Boiesen. Mcecnenosanud ciaiicuara PHK,
cunTesa 6enkoB u ocHoBaHHbIX Ha PHK depmenToB (prn603uMoB) 3HAUMTETHHO YIIPO-
niaiorest Gnarozgapst gocrynnoctu yuctbix Mosiekys PHK. Bosbimunerso PHK B kietke
coJiep>KaTcs B OYeHb MAJTEHbKUX KOMWYEeCTBAX, U UX OYeHb CJAOXKHO OUNUCTUTDL OT JPY-
IUX KJIETOUHBIX KOMIIOHEHTOB, OCOGEHHO OT JIECSITKOB THICSIY J[PYTUX MPUCYTCTBYIONINX
B k1etke PHK. Ho mo6yio nntepecyrortyio PHK MoxHO ciiHTe31poBaTh B I0OCTAaTOYHDBIX
KOJIMYECTBAX 11 Vitro IyTeM TpaHCKpUIuu ee rocjaenoaresnbnoctu JJTHK (HOJIyLIeHHOI‘/’I
OIMCAHHBIME TOJIBKO YTO MeTojiaMu) BbicoKoabdekTnBHoil BupycHoit PHK-omivepasoi.
[Tomydennnrii B pegyabrate equHcTBeHHBIN B PHK merxo ormermts ot JITHK n PHK-
TTOJTMMEPA3bI.

8.4.11. benkn n HyKnenHoBble KNCNOTbl MOXKHO CUHTE3MpPOBaTb
HanpAMYI0 B XMMUYeCKNX peaKkumnax

Jlst mpsiMoro cunTe3a crenuUUecKuX I10CaeA0BaTe/IbHOCTel aMIHOKUCIOT U Hy-
KJIEMHOBBIX KHCJIOT Pa3pa0OTaHbl CIIENUATbHbIE XUMUYECKIE PEeaKIUu. ITH METO/IbI
IPE/CTAB/SIIOT cO0O0H IPSMOI MCTOYHUK OUOJIOTMYECKUX MOJIEKYJl U He TpeOyloT HC-
TOJTb30BAHNS KJIETOK MM (hepMEHTOB. XUMWYECKUH CHHTE3 MPEAITOYTHTeeH /IS T10-
JIy4eHUsI HyKJIEHHOBDBIX KUCJIOT AauHON 10 100 HyKI€0THI0B, 4TO OCOGEHHO IIOJIE3HO
JUIST OIIMCAHHDBIX Bbllle ocHOBaHHbBIX Ha IIT[P MeTo0B. Ero takske HIMPOKO MCHIOJIb3YIOT
TS CO3/IaHMS CeTNUIeCKNX TEeNTH0B, KOTOPBIE TPH XUMITYECKOM CITaPUBAHUM C IPY-
TAMH 6eJTKaM7 TTO3BOJISTIOT TIOJTyYaTh aHTHUTeJIa TPOTHB TENTH/A.

8.4.12. AHK MOXXHO 6bICTPO CeKBeHMpOoBaTb

Merto/ip1, O3BOJISIONINE OBICTPO W JIETKO OTMPEAETATh HYKJIEOTHIHYIO TIOC/Ie/I0Ba-
TesqbHOCTD Jiio6oro dparmenta [IHK, caenamm BosMoxkHOI pacimdpoBKy mocseroBa-
tesibHOCTel [JTHK 1ecsTKOB ThICSY TeHOB 11 MHOKECTBA MOJHBIX reHoMoB (cM. Tabu. 1.1,
crp. 18). O6bem nndopmannu o nocneaoBaresbroctsax [THK ceifuac HaCTONBKO BeJMK
(MHOTO JIECATKOB MIJLTHAP/IOB HYKJICOTUIOB), YTO /IS €€ XPaHEHHsI 1 aHaI3a Tpedy-
IOTCSI MOTITHbIE KOMITBIOTEPBI.

Cexsenmnponanue /IHK B 6oJbinx o6beMax CTajo BO3MOKHBIM TMOCJe pa3paboT-
Ku B cepenune 70-x 1T. MeTona auae3okcH-cekBenupoBanusa /[HK, xotopbiit ocHoBaH
Ha cunrese [JHK in vitro, mporekatonieM B IPUCYTCTBUN TEPMUHUPYIOIINX TI€Mb JIH/IE-
3okcuputonykieosuarprdocdaros (puc. 8.50).

Hec™MoTpst Ha TO 4TO 1 B HAcTOAIIEE BPEMS HCIOIb3YIOT TOT XK€ 6a30BbIi METO/I, CIe-
JlaHo MHoro yuyuineHuii. Ceksenuposanue [[HK ceffuac nosHoCTbIO aBTOMATH3UPOBAHO:
PO6OTHI CMETITMBAIOT MHTPEIMEHTDI, & 3aTeM 3arPY>KafoT UX, TIPOBOJAT CHHTE3 M CYUTHIBAIOT
TIOCJIEZI0OBATETBHOCTD HYKJIEOTH/THBIX OCHOBAHUII € Tesis. TepMUHUpYIOIne 1erb HyKJIeo-
TH/IBI, TOMEYEHHDBIE (PITyOPEeCIIeHTHBIMI KPACUTEJISIMH PA3HBIX 1[BETOB, YCKOPSIOT MTPOTIECC;
B JIaHHOM CJIy4yae BCE YETbIPe PeakIu CHHTEe3a MOTYT MPOTEKAThb B OJHON MPOGUPKE,
a MPOYKTBI MOTYT OBbITh pas/iesleHbl B OJTHON JIOPOKKe Tesisd. PacnomoskeHHblil BOIM3H
HU)KHETO Kpast TeJist JIeTeKTOP CYUTBIBAET U 3alMChIBAET 1IBET (PJIYOPECIEHTHONH METKH
Ha KaK/[0i1 [0JI0ce, 10 Mepe TOr0 KaK OHU MPOXO/IAT Yepes JiasepHbiil iyd (puc. 8.51).
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Puc. 8.47 (cneBsa). Ucnonb3oBaHMe NOAMMEPA3HOIA LIENHON peakuum B cyaebHo-MeaULMHCKON IKcnepTuse.
(a) MocneposatenbHocTb [JHK, cO34at0LLan MCMO/b3YHOLLYOCA B aHaNU3e BaprabenbHOCTb, COCTOMT U3 KOPOTKMUX
MOBTOPAIOLLMXCA NocAea0BaTesibHocTel, Hanpumep, CACACA..., KOTopble PpacnonaratoTcsA B pas/iMyHbIX y4acTKax
(nokycax) yenoseyeckoro reHoma. KosiM4ecTBO NOBTOPEHMIM B KaXKAOM C/ly4ae MOKET BbITb BbICOKOBapUabesib-
HbIM B NOMNy/ALMK, B Npeaenax ot 4 ao 40 y pasHbix Atogei. NocneaoBaTeNbHOCTb MOBTOPOB TAaKOMO TUMA YacTo
Ha3blBaloT 2UnepeapuabenbHbLIMU MUKPOCAmMenaumeliMu Noca1e008amesibHOCMAMU, — TaKKe U3BECTHbIMMU, Kak
/I0KYCbI C 8APbUPYHOUWUMCA YUCIOM maHOeMHbix noemopos (Variable Number of Tandem Repeat, VNTR). Mo-
CKOJIbKY B KaX4,0M JIOKYCe NOC/eA40BaTeIbHOCTM Pa3NNYakOTCA, Nt0AM 0B6bIYHO HACNeAyHOT Pas/INYHbIE BAPUAHTDI
OT MaTepu U OT OTLA; TaKUM 06Pa30M, He HaxoAALLMECs B POACTBE /toamM 06bI4HO He 06134at0T OAMHAKOBLIMM
napamu nocnegosarenbHocTei. NLP-aHanun3 c Mcnonb3oBaHMEM OrPaHUYMBALOLLMX IOKYC NPaitmMepos AaeT napy
nonoc amnanduumposaHHoit IHK ana Kawaoro yesoseka, ogHa nosoca npeacrasnser coboit MaTepUHCKMit
BapMWaHT, a BTopas — OTLOBCKMIA. JavHa amnanduumposaHHoi HK v, cnegoBaTensbHO, MONOKEHWE ee NooChI
nocne anekTpodopesa 3aBM1CUT OT TOYHOTO YMC/Ia NOBTOPOB B /IOKYCe. (6) B npeacTaBneHHOM 346Ch CXEMATUYECKOM
nprvMepe aHasM3UPYIOTCA TPU OAMHaKoBbIX oKyca VNTR (TpebytoLme Tpex pasanyHblX nap crnewumasnbHo Bbl-
HpaHHbIX 0IMIOHYKIEOTUAHBIX NPaiiMepoB) Tpex nogospesaembix (A, B 1 C), atolime 415 KaxKA0ro YenoBeKa
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3areM KOMIbBIOTED CUMTBIBAET U COXPAHSET 3Ty HYKJIECOTHHYIO MTOC/IE/0BATENTHHOCTD.
Hekoropbie coBpeMeHHbIE CHCTEMbI TOJHOCTHIO OTKA3AJIUCh OT TPAAUIIMOHHOTO TeJis,
U pas/iejieHle HYKJIEUHOBbIX KHUCJIOT B HUX MPOUCXOJMUT [P TOMOIIU KalUJISIPHOTO
anekrpodopesa, MeTo/1a, KOTOPbIN €ellle CUjibHee YCKOpsieT ObICTPYIO aBTOMATU3AIIUIO.

8.4.13. HykneotngHblie nocnenoBaTesibHOCTU NCNONb3YIOT ANA Npen-
CKa3aHUA aMUHOKMCNIOTHDbIX NocsiegoBaTeNibHOCTen 6enkoB

Cetiuac, korga cekBenupoBanue /JHK crasmo GbicTpbIM U HA/IEKHBIM, OHO CTAJIO
MPeINOYTUTENBHBIM METOJIOM KOCBEHHOTO OTIpe/IeJieHns aMIHOKUCJIOTHBIX TTOCIeI0Ba-
TesibHOCTEH GosbiinHCeTBA GesikoB. [Ipu Hasmuuu Kogupyionieil 6eJI0K HYKJIEOTH/THON
MOC/IeTOBATETbHOCTU MPOIECC JOBOJIBHO MPOCT. HecMOoTpst Ha TO UTO B MIPUHITHTIE CYIITE-
CTBYET TIIECTb PA3JMYHLIX PAMOK CUWTBHIBAHU, B KOTOPBIX TocaenoBatesbHocTh JHK
MOKeT GbITh TpaHCIMpoBaHa B 6eTok (10 TpH Ha KaskIOM 11enn), TIPaBUIbHYI0 OOBIMHO
MOJKHO PacMo3HATh MO OTCYTCTBUIO YACTO BCTPEYAEMBIX B IPYTUX paMKaX CTOM-KOJOHOB
(puc. 8.52). Korga MbI 06CysK1am TeHETHIECKUii KO/ B TJIaBe 6, To 0OHAPYKUIIH, YTO
cJydaiiHasi TOC/Ie/IOBaTeIbHOCTD HYKJIEOTHIOB, CUUTbIBAEMasi B paMke, OyIeT KOIUPO-
BaTh CUTHAJ OCTAHOBKU CHHTe3a GeKa MpUMepHO Kaskabie 20 aMuHOKHICa0T. Hykiteo-
THJIHBIE TTOCJIEA0BATEIBHOCTH, KOAUPYIoIiue GoJiee JJIMHHbIE TEeNTUHbIe (PpParMeHTbl,
HPENONOKNTENBHO MOTYT OBITh 9K30HAMI, M UX MOKHO TpaHcaupoBaTh (Iipu moMomnm
KOMITbIOTEPA) B aMMHOKMCJIOTHYIO MOC/IEA0BATEbHOCTD U CPABHUTDH ¢ GazaMm JaHHbBIX
JUUIST HAXOJK/IEHUST COBIIAJIEHUIT ¢ M3BECTHBIME OeJIKaMy J[PYTUX Opranu3MoB. Eciu Heo6-
XOJIUMO, MOKHO CEKBEHUPOBATh HEGOJIBIITYTO YACTh AMUHOKHUCIOTHOM 1IOC/IE/I0BATEIbHOCTH
OUNIIEHHOTO GeNKa W MOATBEPAUTH WU OMPOBEPTHYTH MPEICKA3AHHYIO TIPHU MOMOIIH
JIHK mociiejoBaTeibHOCTb.

[TpoGsiema, oiHAKO, COCTOUT B TOM, YTOOBI ONPE/IEUTD, KAKUE HYKJIEOTUIHbIE T10-
CJIeIOBATETHHOCTI B TIPEJIEJIaX BCETO TEHOMA SBJIAIOTCA TeHAMU, KOAUPYIOMUMEI OETKN.
Wpentuduxaims reHOB O4eHb TIPOCTa, ecan mocjaenoBaTeabHocTh JJHK B3sTa M3 xpo-
MocoM GakTepuil W apxeil, B KOTOPbIX OTCYTCTBYIOT MHTPOHDI, win u3 kjaoHa k/JHK.
PacriosioxeHne reHOB B TAKUX HYKJIEOTUIHBIX TIOCJIEI0BATENBHOCTSIX MOKET ObITD TIPE/I-
cKazaHo 1ryTeM norcka B JJHK onpeieleHHbIX OTmdnTe IbHbIX 0co0eHHoCTel (onmmcannbIx
B raase 6). Koaupyiomme 6eku reHpl maeHTH(OUIMPYIOT Iy TEM MOKCKA B HYKJIEOTH/THON
OCJIEIOBATEIBHOCTH OMKPbImblx pamox cuumuvieanus (OPC), KOTOpble HAYMHAIOTCS
C MHUIUUPYIOIIEro KoioHa, 00braHo ATG, 1 3aKkaHYNBAIOTCS TEPMUHUPYIOIIUM KOJIOHOM
TAA, TAG umun TGA. Urto6bl COKpaTUTh KOJMYECTBO OMIMOOK /0 MUHIUMYMa, KOMIIHIO-
Tepbl, uctosb3yembie st noucka OPC, 00blYHO TPOrpaMMHUPYIOT TaKUM 00pa3oM,
4TOOBI OHU CUNTAJIN TEHAMU TOJIbKO MOCJIEI0BATEIbHOCTH, JIJITHA KOTOPBIX PEBBIIIAET,
ckaskeM, 100 KOmOHOB.

roc/e anekTpodopesa B NoAMaKpUNaMUAHOM rene wecTb nonoc AHK. HecmoTps Ha TO 4TO HEKOTOpbIE 10au
VNIMEIOT HECKO/TbKO OBLLMX MOJIOC, B LLEe/IOM KapTUHA A1 KaXKA0ro YeioBeKa MHAMBMAYaNbHA. Takum obpasom,
COCTaB JIOKYCOB MOKET C/TYXMTb B KaUECTBE «OTNeYaTKa Nanbla» A1s NPakTUHECKM MHBaPUAHTHOW NAEHTUdU-
Kaummn yenoseka. YetsepTtas nosoca (F) coaepuT NpoayKTbl TOM e peakumm cyaebHoro obpasua. McxoaHbim
matepuranom ans MNLP MOKeT Cy,uTb eAUHCTBEHHbIN BONIOCOK UM Me/bYaiiLLasn Kamnis KPoBM, OCTaB/IeHHbIE
Ha mecTe npecTtynieHus. Mpu nccnegosaHnm BapmabenbHocTy B 5—10 pasinuHbix okycax VNTR BeposATHOCTb
TOrO, YTO [1Ba C/TyHaiHbIX YeNl0BeKa byayT 061a4aTb OAMHAKOBbIMM FeHETUHECKMMM XapaKTEPUCTMKAMM, COCTaB-
naet npumepHo 1 Kk 10 muanmnapaam. B nokasaHHOM 34eck Ciiydae nogo3pesaembix A v C MOMKHO UCK/OUUTD
13 AaNbHENLWEro pacciefoBaHus, TOr4a Kak YenoBeK, 0603HaueHHbIN B, ocTaeTcs r1aBHbIM NoA03peBaeMbiM
B COBepLUEHMM npecTynieHus. MoaobHbIi NOAXOA, WMPOKO UCMOb3YIOT A/ YCTaHOB/IEHUA OTLOBCTBA.
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3KCMPECCUPYIOLLI BEKTOP Puc. 8.48. MonyuyeHune 6onblunx KonuyecTs 6en-

Ha ocHoBe AByxuernoyeyHon nnasmugHon JHK Ka u3 KoaupyloLeii 6e/10K NocneA0BaTeNIbHOCTH
[OHK, KNnoHMpOBaHHOW B BEKTOpE 3Kcnpeccun

1 BBEAEHHOW B KNETKY. [11a3M1AHbIN BEKTOP CO-

npOMOTOpHaﬂ/I [OEPXKUT 0UeHb aKTUBHbIN NpomoTop, 6raroaaps

nocnenosarenbHoCTL KOTOPOMY C MpU/IEratoLLEero KoampytoLLero 6e1ok
PACLLENSIEHVE OHK pomycnp w AVpytoLL

PECTPUKTA3OM reHa CMHTe3NpyrTCA HEHOPMA/IbHO 6osbline

konnyectsa MPHK. B 3aBnucumocTy ot xapaktepu-
CTUK BEKTOPA KJIOHMPOBaHWA NnasMmuay BBOAAT

— B KNETKM BaKTepuii, APOXIKEN, HACEKOMbIX U/
BCTABKA MOCNEOOBATETbHOCTU [HK, MJ/IEKOMUTAIOLLMX, TAe BCTAB/IEHHbIA B BEKTOP
KOAVPYIOULEM BEJIOK reH apdeKTMBHO TpaHCKpMbUpyeTca M TpaHc-

) nmpyetcs B 6eNokK.
—_ B ciyuae Gosiee CIOKHDBIX TE€HO-
BBELEHVE MOB, HaIlpUMep TEHOMOB >KWBOTHBIX
PEKOMB”HAHT;EHMEﬂw U PaCcTeHUid, TPUCYTCTBUE 60JIbH.£I/IX WH-
TPOHOB B IIpe/iesiaxX KOAUPYIOIEN YacTu
TeHa YCIOKHSIET TIporiecc. Y GOIbIITIH-
—— CTBAa MHOTOKJIETOYHBIX OPraHU3MOB,
-y BKJIIOYAs YEJIOBEKA, SK30H B CPEIHEM
— coctouT Bcero u3 150 HyKJIEOTHIOB.
¥ Taxkmm o6pazoM, HEOOXOAUMO MCKATh
“L © LLL ¢ U Jpyrue IpusHaK{, YKasbIBalolue
y Ha TIPUCYTCTBUE TeHa, HaIpuMmep, IMo-
CBepXaKcnpeccrpyemas cgepxakcnpeccupyemblii  CJIE0BATEIbHOCTH, CUTHAJIN3UPYIOINe
mMPHK Genoxk O TpaHUlle MeX1y MHTPOHOM U 9K30-

HOM WJIN OTJTMYUTETbHBIE PETYJIATOP-
Hble yuacTKu. HemaBHue MOMBITKY PENTUTh TPO6JIeMy TPEICKa3aHusd 9K30HOB TTPUBEJIT
K CO3/IaHUIO aJTOPUTMOB UCKYCCTBEHHOIO WHTEJJIEKTA, TO3BOJISIONMX KOMIIbIOTEPY Ha
U3BECTHBIX MPUMepax o0ydaTbCsl TOMY, Kakie HAaGOpbl XapaKTEPUCTHK CBOWCTBEHHDI
rpaHuIlaM 3K30HOB.

Bropoit BaXHBIN MOAXO K MAEHTHMDUKAIINT KOAUPYIONNX YIACTKOB B XPOMOCO-
Max — OIMCaHue HyKJEOTHIHBIX MOocaeA0BaTebHOCTel oOnapyxkusaembix MPHK (ipu
TIOMOIIIA COOTBETCTBYIOIINX k/IHK). MPHK (1 ToJTyJyaeMble U3 HUX k/IHK) mmenor
WHTPOHOB, PETYJISATOPHBIX MocaenoBaTeabHocTell [IHK 1 HEHyKHOIT «TIpOMeKyTOUHOI»
JIHK, nexamieit Mexay renamu. TakuM o6pas3oM, MOJIE3HO CEKBEHUPOBATH OOJIbIINE
komuectBa K/IHK st osryuernsi ouenb noapoOHbIX 6Ga3 JaHHBIX KOAUPYIOIIUX T10-
CJTeIoBaTeMbHOCTEH OpraHuaMa. IJTU TOCTeI0BATENTbHOCTH 3aTeM JIETKO HCIIOIb30BATh
JUIST paclo3HaBaHusg B JJUHHOW TIOC/TeoBaTebHOCTH XpoMocomuoil [IHK ax30HOB,
COOTBETCTBYIOIIUX T€HAM.

8.4.14. TeHOMbI MHOIMX OpraHN3MOB NOJIHOCTbIO CEKBEHNPOBaHbl

B 6ombimoii crenenn 6sarogaps aBToMaTu3auu mpoiecca cekBernpoBanusa JHK
TIOJTHOCTBIO PACIN(POBaHbI TEHOMbI MHOTUX OPTaHNU3MOB, BKJIIOUYAsT XJIOPOILIACTBI pac-
TEHUN 1 MUTOXOH/IPUH JKUBOTHBIX, TEHOMbI OaKTePHil 1 apXeil 1 MOJIETbHBIX OPTaHI3MOB,
MIMPOKO U3YYaeMbIX B JIaG0OPaTOPHAX, HAITPUMED: APOKIKEiT, KPYTJIOTro YyepBsi, (DPyKTOBOI
mytikn Drosophila, monensioro pacrenust Arabidopsis, Mbliiu, cO6AKH, MNMITAH3€e U,
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Puc. 8.49. MonyyeHue 60nbLUMX KONUYECTB 6e/1Ka NpM NOMOLLM NAas- 25°C Bpems npu 42 °C
MMZHOrO BEKTOpa 3KCnpeccumn. B gaHHOM npumepe GakTepuasibHble -
KNEeTKM noaBeprHyTbl TPaHChEKLMN KogupyloLen nocaenosatesibHo-
cTbto depmeHTa [IHK-xenmKasbl; TpaHCKpUNLMA 3TON KoaMpytoLLen no-
CNef0BaTeIbHOCTU HAaXOAMTCA MOZ KOHTPOIEM BUPYCHOTO MPOMOTOPA,
KOTOpPbI/ CTAaHOBWUTCA aKTMBHbIM TOMbKO Npu Temnepatype 37° C nam
Bbllwe. Becb 6e10K KNETKM NPOaHann3nMpoBanu Npu NOMOLLU 31EeKTPO-
dopesa B nonnakpunammaHom rese s npucytcresum ACH nnbo B cnyyae
6aKTepuit, BbipalleHHbIX Npu 25° C (xeNnKasa He CMHTe3upyeTcs), IMbo
noc/ne nepeHoca Toi e 6aktepum B 42° C Ha 2 yaca (bepmeHT xenvKasa
CTasia NPeMMyLLEeCTBEHHbIM BUAOM besika B in3ate). (C ntobesHoro pas-
peweHus Jack Barry.)

_ OHK-
renvkasa

KOHEe4YHO, dYesioBeka. VcciemoBaTesn TaksKe MOJHOCTHIO
pacumdposBamu nocaenosateabroctn JJHK pasnoo6pas-
HBIX MATOTeHOB YestoBeka. Cio/ia BXO/IAT TeHOMbI OaKTepHii,
BBI3BIBAIOIIUX XOJIEPY, TYOepKyJie3, cuduiuc, ToHOpeIo,
60s1e3Hb JlaiiMa 1 3By JKeJIy/IKa, a TaKyKe COTEH BUPYCOB,
BKJIIOYAst BUPYC OCIIbI U BUpYycC direiina— Bapp (kotopbiii
BbI3bIBaET HH(EKIIMOHHDII MOHOHYKJI€03). M ccenoBane
€HOMOB 3TUX IIATOT€HOB MO3BOJISIET MOHSITH, YTO JIEJIAET
X UH(EKIMOHHBIMU, ¥ YKa3bIBAeT MyTh K pa3pabOTKe
HOBBIX 1 6osiee a(pEKTUBHBIX CIIOCOGOB JICUEHUSI.

Haemophilus influenzae (6akrepusi, BbI3bIBAIONIAs yIIHbIE HH(MEKIUI 11 MEHUHTHT
y jieteii) — TepBblil OpraHnaM, JJist KOTOPOTO MOJHOCTbIO pacumpoBaji HOCIe0Ba-
TEJbHOCTb 'eHoMa — Bce 1,8 MUJIJIMOHOB 1. H. — IIPU IIOMOILU CEKECHUPOBAHUS MEMO-
dom «dpobosuras (womean-cexeenuposanue, shotgun sequencing method), nan6ouiee
pacrpocTpaHeHHOTO B HACTOsIIIee BPeMs MOAXO0/a. B aToM Merojie /IJIMHHBIE TIOCTIE/10-
BaresbHocTH [IHK pacimenisior coyvaitnbiM o6pazoM Ha 6oJiee KOPOTKHE (PparMeHThl.
Kaskplit hparMenT CeKBEHUPYIOT, U 3aTe€M ITPU TOMOIIN KOMIIBIOTEPA, UCIIOJIb3YIOIErO
B KayecTBe yKazareJieil HanpaJieHnss COOPKU NIepeKpbIBAHUE MOCIE0BATEIbHOCTEN, 9TH
KYCOUKH COOUPAIOT B IIEJYI0 XPOMOCOMY WJIU TeHOM. MeToj «poOOBHKa» ITpenMyIiie-
CTBEHHO HPUMEHSIIOT /IS CEKBEHUPOBAHUSI MaJIeHbKMX IeHOMOB. HecMoTpst Ha TO 4TO
6ostbITIMe, 06IAIA0NINE MHOKECTBOM MTOBTOPOB T€HOMHBIE TTOC/IE0BATEIBHOCTH CJI0KHEE
cobuparb, MeTo/] «/IpOGOBUKA» B COUETAHWM C aHATN30M KpyHHbIX gparmentoB /HK,
kyoHupoBaHHbIX B BAC, chIrpast KJII0YeBYIO POJIb M B UX CEKBEHUPOBAHUM.

Ceiiuac, Korjia Bce yalile B HAy4HOIT iuteparype myGJuKyIOT HOBbIE MOCJIe/JOBATE b
HOCTH, CPaBHEHUE IOJHBIX T€HOMOB Pa3J/IMYHBbIX OPraHW3MOB IO3BOJISIET HaM IIPOCJIE-
JIATDH 9BOJIIOIMOHHDIE OTHOIEHUST MEXK/y T€HaMK U OPraHu3MaMM, a TaKsKe OTKPbIBATh
HOBbIE TeHbI U TpejicKasbiBaTh ux dyHkimu (cM. rnasbl 3 u 4). IIpunucbiBanie reHam
(yHKIMIT YacTO BKIIOYAET B ce0s1 CPABHEHUE UX MOCJIE/[OBATENBHOCTEN ¢ POJICTBEHHBIMU
OCJIE/IOBATEIBHOCTSIMU MOJIE/IbHBIX OPTaHU3MOB, KOTOPbIE TTO[POGHO 0XaPaKTEPU30BAHDI
B slaGoparopusix, HaipuMmep: Gakrepun E. coli, nposxkeii S. cerevisiae n S. pombe,
kpyrioro uyepss C. elegans w ¢pykrooit mymiku Drosophila (cm. tnasy 1).

Hecmotpst Ha TO 4TO OpraHU3Mbl, F€HOMbI KOTOPBIX pacimdpoBaHbl, 06J1a/a10T
MHOIMMH O/IMHAKOBBIMU OMOXUMUYECKUMU TYTSIMU U COJEPKAT OENKU, TOMOJIOTHYHbIE
[0 AMUHOKHUCJIOTHBIM TIOCJEJ0BATENLHOCTIM UM CTPYKTYpe, (DYHKIMU OYeHb MHOTHX
HeJIaBHO UIeHTH(UITNPOBAHHBIX OEJIKOB OCTAIOTCS HEM3BECTHBIMU. B 3aBucuMocTu ot 0p-

~——— HanpasrneHue anekTpogopesa
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a)  pesokcupuboHykneosnaTpudocdar amaesokeupnboHykneosnaTpudocdar

/

BO3MOXHO YANMHEHWE Lenm Ha 3'-KoHue NpensTCTBYeT YANUHEHNIO LENK Ha 3'-KoHLe

6) HOpMArbHbIE MPEALLECTBEHHIKN HebOonbLLOE KONMYECTBO OQHOMO

[AesoKcupuboHykneosnatpudocdatos 1 C
__— AupesokcupuboHykneonanatpudocdaTa
(dATP, dCTP, dGTPnd TTP) ~~~_AGC 1 A (ddATP)
ZAK%?A
A T
GrCCcAA
GgcT
ONIMroHYKNeoTUAHas 3aTpaBka peakoe BKIoYeHue B Lenb
ans AHK-nonumepasbl ' avnaesokcupuboHykneotnga

5 i [HK-nonumepason Grnokupyet
GCTACCTGCATGGA

OanbHenwnin poct monekynsl JHK
CGATGGACGTACCTCTGAAGCG
v/ 5
opHouenoyevHas monekyna AHK,
nocrnefoBaTenbHOCTL KOTOPO HeoBXoaMMOo onpeaenuTb

8) 5' GCATATGTCAGTCCAG 3/ AByXxuenodyeyHas
3/ CGTATACAGTCAGGTC 5 | AHK
Me4yeHasda 3aTpaBka l
!
5 [GCAT 3 ofgHoLenoveyHas
3' [CGTATACAGTCAGGTC 5" iy
+136bITok dATP
dTTP
dCTP
dGTP
l+ddATP l+ddTTP l+ddCTP l+ddGTP
+[HK-nonumepasa Y+OHK-nonumepasa¥+AHK-nonuvepasa Y +[HK-nonumepasa
GCAT A [GCAT AT [GCAT ATGTC [GCAT ATG
[GCAT ATGTCA [GCAT ATGT [GCAT ATGTCAGTC  [GCAT ATGTCAG

[GCAT ATGTCAGTCCA [GCAT ATGTCAGT [GCAT ATGTCAGTCC [GCAT ATGTCAGTCCAG

3/
— G
— A
— [of
— [od
— T
— G
— A
— [of
— T
— G
— T
— A 5

A T Cc G

nocnegosatensHocTb [IHK, npounTeiBaemas ¢ rensi CHU3y BBEpPX, Takosa
H&TGTCAGTCCA%&2
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Puc. 8.50. MeTog dpepmeHTaTMBHOrO MM anpe3okcu-cekseHuposaHua OHK. (a) JaHHbIn meToa ocHOBaH
Ha UCNO/Ib30BaHUM ANAE30KCUPUBOOHYKNE03nATPNbOCHaTOB — NPOU3BOAHBIX HOPMAJIbHBIX LE30KCUPUOOHY-
Kneo3natprudochaTos, y KOTOPbIX OTCYTCTBYET 3°-rnApoKcuabHaA rpynna. (6) OunweHHyo AHK cuHTesunpytot
in vitro B cmecu, cofiepyKallei cekBeHnpyemble ogHouenodeyHble monekynbl AHK (cepere), bepmenT AHK-
nosnmepasy, KopoTkuii npaimep AHK (opaHxcessbili), Heobxoammbiit, utobbl AHK-nonnmepasa Hayana cMHTES,
M yeTblpe Ae3okcnpuboHykneotnarpudocdarta dATP, dCTP, dGTP, dTTP: cuHue A, C, G u T). Ecam B cmecu Takske
NPUCYTCTBYET ANAE30KCUPUBOHYKNEOTUAHDIN aHANOT (KPACHbIU) OAHOTO U3 STUX HYKEOTMAOB, OH MOMKET
6bITb BCTaB/IEH B pacTyLyyto Lenb JHK. Mockonbky B 310l Lenu He byaeT 3'-OH-rpynnbl, npucoeguHeHue cie-
JyroLiero HyKkneoTuaa 3ab10kMpoBaHo v uenb JHK B 3TOM ToUKe TEpMUHMpPYETCA. B NnpuBegeHHOM npumepe
B HYKNEoTUAHY0 cmecb 6bi10 fo06aBneHo Hebosbluoe KonmyecTBo Anae3oKcUATP (ddATP, o603HayeHHbIN
KpacHol 6ykeoli A). ddATP KOHKypuMpYeT € M36bITKOM HOpManbHOTO Ae30KCUMATP (dATP, 2os1y6bie A), noaTomy
ddATP nHoraa cnyyanHbiM 06pa3om BKAOYaeTcs B pacTylyto Lenb [AHK. Takaa peakUMOHHasA CMech, B KOHLE
KOHL,0B, gacT Habop [HK pa3fiMuHoi A4/1MHbI, KOMIEMEHTaPHbIX UCXOAHOW cekBeHupyemoi [IHK 1 obpbiBato-
LUMXCA Ha pa3HbiX A. TOUHbIe ANMHbI NPOAYKTOB cMHTEe3a [JHK MOXHO 3aTem MCNob30BaTh A5 onpeaeneHns
NMOIOXKEHMA Kaxaoro A B pacTylieit uenu. (8) Ana onpegeneHns noaHoM nocnefosatenbHOCTU dparmeHTa
OHK, agyxuenodeunyto AHK cHayana pasgensator Ha oTAe/bHbIE Lienu, U 0AHY U3 Lienei UCMOob3YHOT B KaYecTse
wabnoHa A/18 CeKBEHNPOBAHUA. YeTbIpe PasNNYHbIX TEPMUHUPYIOLLMX LieNb ANAE30KCUPUBOHYKNE03MATPU-
docdara (ddATP, ddCTP, ddGTP, ddTTP, BHOBb NOKa3aHbl KPACHbLIM) UCNO/b3YHOT B YETbIPEX OTAE/bHbIX PEAKLMAX
cuHTesa [IHK Ha Konuax ogHo 1 Tow e ogHouenodeyHon AHK (cepas). Kaxkaan peakumsa gaet Habop Konui
[OHK, obpbiBatoLwmxcs B pasiMyHbIX TOYKaxX NOC/eA0BaTENbHOCTU. [TPOAYKTbI STUX YETbIPEX peaKkLmii pasae-
NAKOT 3NEKTPODOPE3OM Ha YETbIPEX NAPAINENbHbIX AOPOXKKAX NOAMAKPUNAMUAHOIO rens (OTMeyeHbl 34echb
6ykBamu A, C, G 1 T). CUHTe3MpOBaHHbIe GparmeHTbl 06HaPYKMBAIOT MO METKaM (PaAMOaKTUBHbBIM UK Gayo-
pecLeHTHbIM), BCTaB/IeHHbIM B MpalimMep UK B OAMH U3 Ae30KCUPUBOHYKNeo3naTprbOocdaToB, UCNOIb3yEMbIX
ONA YANVMHEHUA Lenu. Ha Kaxaon A0POXKKe Noaockl NPeacTaBaftoT cobon GparmeHTbl, TEPMUHUPOBaHHbIE
Ha laHHOM HyK/eoTuae (Hanpumep, A B caMoWi 1EeBOI LJOPOKKE), HO B PasHbIx NonoxeHusx uenv AHK. Mytem
CYMTBIBAHMWA AOPOXKEK MO NOPAJKY, HAUMHAA C HUXKHETO KPas reid 1 ABUrancChb Nornepek BCeX JOPOMKEK, MOXKHO
onpeaenuTb NOCNeA0BaTENbHOCTb CMHTE3MpoBaHHON JHK. NocnenoBaTtenbHOCTb M306paykeHa Kak 3es1eHas
cmpesika cnpasa oT res. 3Ta Noc/sef0BaTelbHOCTb KOMMIEMeHTapHa LWaboHHOM Lenu (cepas) u3 ucxogHowm
AByxuenoyeyHol monekynbl AHK 1 naeHTMyHa Yactm 3eneHont 5-3"-uenum.
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Puc. 8.51. ABTOmaTusnpoBaHHoe cekBeHupoBaHue AHK. BHM3y nokasaHa Hebosblwan YacTb MNOyYEHHbIX
npu aBTOMaTU3MPOBaHHOM ceKBeHupoBaHUK [IHK cbipbix 4aHHbIX, KaK OHa BbITNAAAT Ha SKpaHe KoMMbloTepa.
KasKablli BbICTYNAOLLMI OKPALLEHHbIM MWK NPeacTaBaseT coboi HykneoTua B nocnesosatensHoctn AHK —
37,£Cb MOXHO NPOYUTATb HYKNEOTUAHYHO MOCAe0BaTe/IbHOCTb MeXKAY NonoxKeHuamn 173 n194, cuntas ot Ha-
Yyana nocnegoBaTtesibHoCcTU. ManeHbKue MUKW B6M3W HyN1eBOW IMHUK NPELCTaBAAT OO0 GOHOBBIN «LLyM»,
W [0 TeX NMop NOKa OHW 3HAYUTENbHO MEHbLUE, YeM MUKU-KCUTHANBIY, UX UTHOPUPYIOT. JaHHbIM npumep 6bin
B3AT U3 MEXAYHAPOLHOr0o NPOEKTA NO ONPeseNeHUto NONHOM HYKNeoTUAHOM NocnefoBaTeNbHOCTU reHOMa
pacteHus Arabidopsis. (C ntobesHoro paspeleHuns George Murphy.)
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a) HanpasneHne YTeHns nocneaoBaTtenbHOCTN BepxHen ueny OHK ——
3 N- ile leu phe arg val ile arg pro [ thr arg asn phe thr [l arg -C
pamku 2 N- tyr phe ile ser ser asn ser thr leu asn ala lys leu his leu thr -C
CumTEIBAHNA |1 N- leu phe tyr phe glu [l phe asp leu lys arg glu thr ser leu asn -C
OHK _5’ TTATTTTATTTCGAGTAATTCITACCTTAAACGCAAACTTCACTTAAC 3/
3/ AATAAAATAAAGCTCATTAAGCTGGAATTTGCGCTTTGAAGTGAATTG 5/
[—1 C-J lys ile glu leu leu glu val lys phe ala phe ser [l lys val -N
pamkm —2 C- ile lys asn arg thr ile arg gly [ val arg phe lys val [ arg -N
CUMTLIBAHMA
-3 c- asn [ lys ser thr asn ser arg leu arg ser val glu ser leu ser -N
~«—— HanpaeneHue YTeHUsi nocriegoBaTenibHOCTU HkHeln uenv OHK
6) HanpaBfieHne YTeHNsi nocriefoBaTenbHOCT! BepxHer uenu OHK ——
ST TT T T 1T [T [ | [ 1 [T TT1I ]
Pemosannn | 2T T W T [T W T T [ W
pu——-- N
/ ’
AHK 2! ¥
A - \ | —]
pamki Y I \ [T T T WIT T TINT 17710 [T T T ]
CYMTBIBAHMS
3T T "I N N T T

~—— HanpasneHve YTeHnst nocneaoBaTesibHOCTU HkHen uenv AHK | ]
500 n. H.

Puc. 8.52. HaxoxaeHue yyactkoB [HK, kogupytowmx 6enok. (a) /lioboli yuactok nocnegosatensHoctm AHK,
B MPUHLLMIE, MOMKET KOAMPOBATD LIECTb PA3/IMYHbIX AMUHOKUCAOTHbIX MOCNeA0BaTe/IbHOCTEN, MOTOMY YTO N1H0-
6as U3 Tpex Pas/IMYHbIX PAMOK CYUTBIBAHMA Ha KayKAO0M LLenn MOXKET bbITb MCNONb30BaHA A/1A MHTEpNpeTauum
HYKNeoTUAHOM nocnefoBaTenbHOCTU. OTMETUM, YTO HYKNEOTUAHAA NOCNeA0BaTeIbHOCTb BCErAa CHMTHIBAETCA
B HanpasneHun 5-3" 1 Koampyet 6enok ot N-KoHua K C-KoHLy. B ciayyae cnyyaiHoi nocnefoBaTeNbHOCTH
HYKNeoTUAOB, CYMTLIBAEMON B ONpeaesieHHON pamKe, CTOM-CUIrHaA CMHTe3a 6enka BCTpeyaeTca B cpeaHem
Kaxagple 20 aMMHOKMCAOT. B gaHHOM nocnenoBaTeNbHOCTU U3 48 M. H. Kaxkablii Takol curHan (cmorn-KoooH)
NoKasaH 20s1y6bIM, Y TONbKO PamKa CYMTbIBAHMA 2 HE UMEET CUrHAN0B OCTAaHOBKM. (6) Mounck B nocnesoBaTenb-
HocTu [IHK, cocToswen 13 1700 n. H., BO3MOMKHbIX Kogupyowmx 6en10K nocnegosartensHocTen. MHdopmauma
npeacTaB/eHa Tak ke, Kak Ha (a): KaXKablil CTON-KoA0H CMHTe3a benka 0603HaveH 20s1y60l nuHuel. TakKe Bce
YYACTKU MEXKAY BO3MOXKHbBIMU CUFHAaMM Hayana U OCTaHOBKM CMHTEe3a H6esika (cmoTpm cTp. 381) nokasaHbl
KpacHbim. TONbKO paMKa cYMTbiBaHUA 1 Kogupyet 6enoK, coctoAawmin u3 475 amMHOKUCNOT

ranmaMa, okoJio 15—40 % 6eKOB, KOAUPYEMBIX pacimdpPOBAHHBIM TEHOMOM, He TTIOXOKI
HI Ha OAMH OMOXMMUYECKN MCCJIEAOBAHHBIN GelOK. JTO HAOMOJEHNEe MOJYePKUBAET
OTPaHWYEHST PACTIUPSIONIERCS 06TaCTH TEHOMUKI: HECMOTPST HA TO UTO CPABHUTETHHBII
AHAJTI3 TEHOMOB JIA€T OTPOMHOE KOJIMIECTBO NH(MOPMAITIN O B3ANMOOTHOIIIEHUSIX MEKTY
TeHAMU W OpPTAaHW3MaMM, OH 3a9acTyio He JaeT HUKAKOW MH(POPMAIMN O TOM, KaK TH
redbl (GYHKIMOHUPYIOT, W O TOM, KAKYI0 POJIb OHI UTPAIOT B (DI3MOJIOTUN OPTaHU3Ma.
Hampumep, cpaBHeHNe TOJHBIX HAO0OPOB TEHOB HECKOJBKUX TEPMOMUIBHBIX GaKTepuit
He OTKPBIIO, TTOUEMY 3TH OPTAHU3MBI GJIATO/IEHCTBYIOT TTPU TEMIIEPATYPaX, MPEBBITIAIONITX
70° C. A uccreqoBanye reHOMa HEBEPOSITHO PajinoycToitunBoil Gakrepuu Deinococcus
radiodurans He oObsICHSIET, KaK OHA CIOCOGHA MEPEKUTH PaJUallOHHBII B3PbIB, pas-
GuBaionuii crekyio. UToObl MOHSATh, KaK T€Hbl U IPOU3BOUMbIE UMU OeJiKu (DYHKIHO-
HUPYIOT B KOHTEKCTE JKMBBIX OPTAHU3MOB, HEOOXOMNMBI JabHEHTINEe OMOXNMIUECKUE
U TEHETHYECKIEe MCCIEOBAHNS, OTIMCAHHBIE B IPYTUX pas/iesaxX JTOi TJIaBbl.
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3aKnwuyeHune

Kaonuposanue /THK noseonsem xonuposamo ao0yio cneyupuueckyio nociedo-
sameavocmy [JHK unu PHK, evlOpannyio u3 Muiiuonos opyzux nociedosameiv-
HOCMeEU 6 KJemKe, U CUHME3UPOSAMs ee 6 HeOZPAHUYEHNBIY KOJUUECNEAX 6 YUCTNOM
sude. ITocaedosamenvrocmu [JTHK mozym Gvimv amniughuuuposanst nocie pacue-
naenus xpomocomnotl /IHK andonykaeazamu pecmpuruyuius u 6Ka104eHUs NOJYUEHHbLX
ppazmenmos [THK 6 XpomMoCOMbL CAMOPENTUUUPYIOWLZOCS 2CHETNUUECKOZ0 NeMEeHM,
nanpumep eupyca uau naasmudvl. OObIUHO UCNOILIYIOM NAASMUOHIE GEKTNOPbL,
u nonyuaemas é pesyavmame <bubauomexa zenomnot JHK»> noddepxusaemcs
6 MUNLIUOHAX OAKMEPUATLHBIX KIACMOK, KAKOAsL U3 KOMOPHIX COOEPKUM PA3TUUHDLE
ppaenenmor THK. Omoenvivie npoaupepupyiowue xkiemxu us smou o6ud.uomexu
npouseo0sm 60.vuUe KOIUUeCMEa eOUHCMEENH020 KI0HUPoeantozo ¢ppazmenma JHK.
ITonumepasnas yennas peaxyus (ITIIP) noseossem nanpsmyio xionuposamy [JTHK
mepmoycmoviuueol /[HK-norumepasou npu ycioeuu mozo, 4mo nociedo6ameibHocmb
unmepecyroweu /[[HK ussecmna 3apanee.

Podcmeernvie no0xo0st uchow3yiom 04 noayuenus kaonos [JTHK, nociedosa-
MesvHOCMb KOmopulx coomeememeyem mosexyram mPHK, 3a uckiouenuem mozo,
umo cuauara noayuarom JHK-xonuio nocaedosamenviocmu MPHK, nasvieaemyio
x/[HK. B omauuue om xaonoe zenommnou /AHK, ¢ xaonax k/[HK omcymcmeyiom
noc1e006aMENLHOCIIU UHMPOHO8, MO desdem ux nPeonoumumeSbHbIMu KI0HAMU
0151 ananu3a 6esKosvix NPOOYKMOs 2eHO8.

Peaxyuu eubpuouzayuu HyxkIeuHOBbIX KUCJIOM SGSIOMCS UYECTEUMENLHOIM
MemoOdoM OOHAPYKeHUS: 2eH08 UM JI00bIX OPYZUX UHMEPECYIOUUX HYKICOMUOHDLX
nocaedosamenviocmeti. B xecmxux ycaosusx eubpudusavyuu (npu maxou komouHa-
Uuu pacmeopumesiss u memMnepamypol, 4mo oa:xe udearvras 0sounasn cnupaiv [JHK
CIMAHOBUMCS. MAOYCMOTMUBOU ), 08€ Uenu MOzZYm CRAPUBAMbCsL ¢ 00PA308aAHUEM
<«2UbPUONOTL> CNUPANU MOSLKO 6 MOM CAYUAe, eCAU UX NOCAe008AMETBHOCTIU NOUMU
mouno komnaemenmapol. Ozpomnas cneyuhuunocmy maxou peakyuu eubpuousayuu
n0360.151€M NOMEMUMD JH00Y10 00HOUENOUEUNHYI0 NOCCO0BAMENLHOCY HYKICOMUOOE
PaououU30monom UL XUMUYECKUM COCOUHEHUEM U UCNOTb306AMb €€ 68 KAUeCmEe 30H-
0a 051 HAX0KOeHUS KOMNAEMEHMAPHOU Uent 0axe 6 KJaemke Uil KAemouHoM IKC-
mpaxme, co0ePKAUUX MUNTUOHDL PA3IUUHbLY nocaedosamenviocmen [[HK u PHK.
Takoz0 poda 3010bL WUPOKO NPUMEHSIOMCSL 051 OOHAPYHKEHUS HYKICUHOBDLX KUCIOM,
COOMEEMCMBYOUUX ONPEONeHHBIM 2eHAM, O YCKOPEHUS UX OUUCTKU U ONUCAHUSL
u onpedenenus ux pacnoioKeHus 6 KJiemKax, mKanax u opeanHusmMax.

Hyxaeomudnwvie nocaedosamenvriocmu JHK moxno 6vicmpo u npocmo pac-
wugposamv npu NOMOWU BbLCOKOABMOMATMUSUPOSAHHBLX MEMOJ08, OCHOBAHHBLX
Ha dudesokcu-cexeenuposanuu [HK. Imo noodxod nossosun onpedesumv noimvie
nocaedosamenvrocmu [JHK zenomoe mnoeux opzanuzmos. Cpasnenue 2eHOMHbIX NO-
€1€0068aMENLHOCMEU PASTUUHBLY OPZAHUSMOS NO3G0JLAEN OMCAEKUBAM IGOTIOUUOHHDLE
63AUMOOMHOULEHUS MEHKOY 2€HAMU U OPZAHUSMAMU, 4 MAKKE OMKPLIBAMb HOBbLE 2EHbL
U npedcKasvleamy ux GyHKyuL.

Bce emecme, amu memoov: ananusa u manunyisyuu [JHK coenanu 603m0:KHbL-
MU udenmupuxayuio, videnenue u CeK6EHUPOBAnUe 2eH08 1100020 UHMEPECYIOUEZ0
opeanusma. Coomeemcmsyroujue no0xo0bl NO3GOIAIOM YUeHbIM NOIYUAMb OONbULUE
KOAUUeCmea 6esIKo6blx NPOOYKMOs SMUX 2eH06, HeoOx00umble 0.Jist ho0poOHOZ0 ana-
AU3A UX CMPYKMYPoL U PYHKUUU, a maxke 015 MeOUUUHCKUX yeel.
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8.5. U3yueHme 3kcnpeccnn n GyHKLNOHNPOBAHUA FeHOB

B xoneuHOM cyeTe y4yeHble XOTST Y3HATh, KaK TeHbI — U KOAWPYeMble MU GeTKI —
(PyHKITMOHMPYTOT B MHTAKTHOM OprannaMe. XOTs 3TO MOKET IM0Ka3aThCs TIPOTHBOPEYAIM
3/IpaBOMY CMBICJTY, HO OJJHUM 13 HanboJree TIOKa3aTeIbHbIX CIOCOO0B OINpe/Ie/IeHHs TOTO,
YTO JIeJIaeT TeH, SBJsSeTcS HaOJIOJeHne 3a TeM, UTO MPOUCXOINT C OPTaHU3MOM, €CJIU
TeH OTCYTCTBYET. VI3yueHne MyTaHTHBIX OPTraHN3MOB, HECYTIIX M3MEHEHUS WJIN JieJIeInu
B HYKJIEOTH/IHBIX MOCJIE0BATEIBHOCTSX, ABJISETCS B GUOJIOTUN TIPOBEPEHHOI BpEMEHEM
NPAKTUKON U (OPMHUPYET OCHOBY BakKHON oOsacT reHeTHKH. l[lockosbky MyTtarmm
MOTYT HapyIIaTh KJIETOYHBIE MPOIECChI, MyTaHTbI YaCTO SBJISIOTCS KJIOUOM K TIOHUMa-
o (pyHKIMHU rena. Kinaccrmyecknii TeHETHYECKNH TTOIX0/ HAUMHAETCS ¢ HAXOXK/IEHHUS
MYTaHTOB, O6JIA/IAIONINX WHTEPECHBIM WJIM HEOOBIYHBIM BHENIHUM BHOM, HANpUMep,
(ppyKTOBBIX MyTIEK ¢ GEJIBIME TJIa3aMU WM M30THYTBIMU KpbLabsaiMu. PaGoras B o6part-
HOM HampasJieHn# oT (peHOTHIIA — BHEIIHEro BUA WM MOBEJEHUS 0CO6H, — MOKHO
OTIpe/Ie/TNTh TEHOTHIT OpranuaMa, (hopMy reHa, OTBETCTBEHHOTO 32 3Ty XapaKTEePUCTUKY
(npunokenue 8.1).

Ceroiust, KOr/ia IOCTYITHO MHOKECTBO TEHOMHBIX TOCJIEZI0BATEIbHOCTEN, N3yUeHre
(pynkimm rena yacro HaumHaercs ¢ nocaenoBaresbioct JJHK. B nanHom coryyae 3agava
COCTOUT B TIEPEBO/IE TIOCIe/I0BaTeIbHOCTH B (pyHKIMIO. OIMH 13 TIOAXO0/I0B MbI OTINCAJIN
BbIIIIE B 9TO# TyiaBe. OH COCTOWT B MOUCKe 110 6a3aM JJaHHBIX TTOAPOGHO OXapaKTEPHU30-
BaHHBIX OEJIKOB, 06JIQJAI0NINX TTOJOOHBIMU TIPOYKTY HOBOTO I'eHa aMUHOKHCJIOTHBIMHU
nocJjreIoBaTeIbHOCTAMU. /|15 masbHeiiniero uceseioBanns (GyHKIMA TeHa TPUMEHSIOT
METO/Ibl, OTTMCAHHbBIE B MPEABLLYIIEM paszese. Ho /711 Toro 4to6bl HAPSAMYIO OITPEIETUTD
(pyHKIMIO TEHA B KJIE€TKE WJIM Oprann3Me, Hanbosiee s3(heKTUBHBIM MOIX0/I0M SBJISIETCS
M3y4YeHNe MYTaHTOB, Y KOTOPBIX 3TOT I'eH OTCYTCTBYET MJIM SKCIIPECCUPYETCS €ro n3Me-
HeHHas Bepcus. [loHnManme TOro, KaKo# KJIETOYHBIN TIPOIECC Y TAKUX MYTAaHTOB ObLI
HapyIIeH, OObIMHO TIPOJIMBAET CBET Ha GUOJIOTMYECKYIO POJIb TeHa.

B nanHOM paszgesie Mbl ONMUIIEM HECKOJBKO TTO/XO/I0OB K OIpeeJeHnio (DyHKIMN
reHa, HaunmHas ¢ nocseposaresbHocTn JJHK nmm oprannaMa ¢ nHTEpecHbIM (PEHOTUTIOM.
CriepBa MbI PACCMOTPHUM KJIACCUYECKUIN TEHETUYECKUN TOAXOJ, KOTOPBIN HAUYMHAETCS
C 2eHeMUUECK020 CKPUHUHeA JI7Ts1 OOHAPY>KEHISI THTEPECHBIX MyTaHTOB. 3a 3THM CJle/lyeT
nporiecc WAeHTH(UKAIMN TeHa NI TeHOB, OTBETCTBEHHBIX 32 HAOJIO/1aeMblil (peHOTHTII.
3areM MbI onuIeM Ha6op METO/I0B, B COBOKYITHOCTH HOCSIIINX Ha3BaHUe 00PAMHOU ze-
nHemuku («OT TeHa K IPU3HAKY» ), B KOTOPOIl HCC/IeI0BAHKE IS ONIpe/ieeHus (PYHKITN
HAuMHAETCs ¢ TeHa WK TO0CIe[0BAaTeIbHOCTH TeHa. DTOT MO/X0/] YaCTO BKJIIOYaeT B ceOst
HEKOTOPOE KOJIMYECTBO PA3yMHBIX TIPENOJIOKEHNI B 06IaCTH TTONCKA TOMOJIOTHYHBIX
TIOCJIe/IOBATEIbHOCTEN M OTPEe/IeIEHNS TOTO, KOT/Ia U TJIe TeH 9KCIIPECCUPYETCs, a TaKyKe
CO3/IaHNe MYTAaHTHBIX OPTraHU3MOB U OTMCaHNe UX (PeHOTHTA.

8.5.1. Knaccnuyeckas reHeTMKa HauMHaeTCA C HapylweHunA KyieTo4yHoro
npouecca nytem cnyqaﬁmoro MyTareHesa

[lo HacTymIeHus AT0XU KJIOHUPOBAHUS T€HOB, GOJIBIIMHCTBO TEHOB WJIEHTH(DUIN-
pOBaJIN IO OTKJIOHEHWSIM OT HOPMbI, BbI3BAHHBIM MyTallfiell reHa. JTOT KJIACCUYECKUi
TeHETUYECKUIT TTO/IX0/ — WIeHTU(MUKAIMS TEHOB, OTBETCTBEHHBIX 32 MyTaHTHbIE PeHO-
THIIbI, — TIPOIIIE BCETO PEATU3YETCS B Ciiydae ObICTPO PA3MHOMKAIONIMXCS U JIETKO MO/~
JIAIOTIIXCST TEHETMYECKUM MaHUTIYJISIIUSIM OPraHu3MOB, HAIPUMep GaKTepHii, APOKIKEN,
KPYIJIbIX YepBeil 1 PPYKTOBbIX MyIiieK. HecMOTpst Ha TO 4TO CIIOHTAHHbBIE MY TAIN HHOT/IA
MOXKHO OGHAPYXKUTD TIPU U3YYEHUH OYeHb GOJIBIIUX TIOIYJISIHI, COCTOSIIX U3 ThICSY
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U JIECSTKOB ThICsiu 0cobeil, BbljiesieHre OJHOM MyTaHTHOH ocobu 6GoJiee 3hdeKTUBHO,
€C/Ii HATPaBJEHHO CO3/[aBaTh MYTAIlMN XUMIUECKUMU BEIIEeCTBAMU WJIN pajralliei,
nospexxgatonuvu JIHK. IlonBeprag opranusmbpl IefICTBUIO TaKOTO PO/Ia MYTareHOB,
MOJKHO O04eHb ObICTPO CO3/IaThb MHOMKECTBO MYTAHTHBIX OCOO€l, a 3aTeM UCKaTh Cpe/in
HUX OIPE/IeJIEHHDIN BbI3bIBAIOIINE HHTEPEC Ae(eKT, KaK Mbl CKOPO 00CY/IUM.

AJTbTepHATHBON XNMIYECKOMY WM PAJINAIIOHHOMY MyTareHe3y CJIY>KUT UHCeplil-
onnbul mymazenes (MyTarenes METOZOM MUKPOMHDBEKIINI ). ITOT METO/] OCHOBaH Ha TOM
¢axre, uro sx3orernas /[IHK mpn caydaiinoM BBeZieHNN B TEHOM MOKET MTPUBECTH K BO3-
HUKHOBEHWIO MYTAINH, eCM BBeICHHDBIN (hparMeHT HApYyIIaeT TeH WM ero PeryJsaTop-
Hble TocsenoBarenbHoctu. Beenennas [IHK, mociemoBaTelbHOCTh KOTOPOH M3BECTHA,
CJIYKUT MOJIEKYJISIPHBIM MapKepOM, CHOCOOCTBYIOMIMM TOCeyIollell uaeHTuukanmum
1 KJIOHUPOBaHUio HapyiieHHoro reHa (puc. 8.53). B cayuae Drosophila ucnionbzoBatue
TPaHCIO30HA P /19 MHAKTUBAIINH T€HOB COBEPIITIIO TIEPEBOPOT B U3YIeHUN (PYHKITNOHN-
poBaHusi reHOB (PPYKTOBOM MyIKK. MoGUIbHbBIE TeHeTHYecKue saeMeHTbl (eM. Tabu. 5.3,
crp. 318) TaksKe UCIOAB3YIOT /I CO3/AHMS MyTalnii B GAKTEPHsIX, APOKAKAX, MBIIIAX
U 1IBETKOBOM pactennu Arabidopsis.

Takoro pojia KJaccuieckue TeHeTHIecKre NCCIe0BAHNs XOPOIIO TIOAXOIAT IS pas-
JIOSKEHUS TI0 TIOJI0YKaM OMOJIOTHYECKUX IPOIIECCOB B 9KCIIEPUMEHTAIBHBIX OPraHn3Max,
HO KaK MOKHO M3y4aTh (PYHKIIMOHNPOBAHLE TEHOB B YesioBeKke? B oTmimdme oT opraHmsMoB,
HaJl KOTOPBIMH JIETKO TIPOBOJUTD T€HETUYeCKNe MAHWITYJISAINN, JTIOAN Pa3MHOKAIOTCS
MeJIEHHO, W WX Helb3sd YMBIIMIEHHO TOABEpraTh AeWCTBUIO MyTareHoB. bomee Toro,

Puc. 8.53. UHCEPLUMOHHDI MYTaHT IbBUHOTO 3eBa, Antirrhinum. MyTauus B eAMHCTBEHHOM reHe, Kogupyto-
LLEM PerynaTopHblii 610K, NPUBOAUT K GOPMUPOBAHUIO INCTBEHHBIX N06eros BMecCTo LgeTKoB. MyTauus
Nno3BoNAET KNETKaM NpUobpecTn CBOMCTBA, KOTopble Ho/bLUe NOAXOAAT AA APYTOl YacTM HOPMaIbHOIO pac-
TeHus. MyTaHTHOe pacTeHne M306pakeHo cs1esa, AuKWIA TN — cripasa. (C ntobesHoro paspelueHus Enrico
Coen 1 Rosemary Carpenter.)
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[eH:  dbyHKUMOHANbHAsA eayH1LA HACNEACTBEHHOCTM, OBbIYHO
cooTBeTCTBYlOLas yyacTky koga OHK eanHcTBeHHOro 6enka

[eHom: Bca nocneposatensHocTb AHK opraHnama
FI0KyC: MECTo pacnor;ox(eHml reHa B reHome
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[VKuiA TUN: HOPManbHbIRA,
BCTPEYaloLLMINCst B eCTecT-
BEHHbIX YCIOBUAX TUN

MyTaHT: oTnMyaeTcs oT ANKoro
TUNa 3a CYET reHETUYECKOro
N3MeHeHUs (MyTaLuum)
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annenb A SBNsieTc JOMUHAHTHON (MO OTHOLLEHWIO K @); anserb a ABMSeTcs peLieCCUBHON
(no oTHowweHuio K A)
B npuBeneHHOM Bbille npuMepe heHOTUN reTepo3nroTbi COBNaAaeT C reHOTUNOM OAHOIA
13 rOMO3UTOT; B CIy4asiX, KOr4a OH OTNMYAETCs OT (PEHOTUMNOB 0GENX FOMO3HIOT,

FEHOTWI: cneunduryeckuii
Habop annenen,
opMUpYIOLLMIA FEHOM 0CO6K

SEHOTUIM: BHeluHne
XapaKTepucTuky ocobm

ABe annenu c4NTarTCA KOAOMUHAHTHBbIMU.

XPOMOCOMa B Havane KrneToqHoro uukna, B pase G1;
e[MHCTBEeHHas ANIMHHas nonoca npeacTasnser
coboii ogHy ANVHHYIO ABONHY0 cnnpane JHK

XPOMOCOMbI

LeHTpomMepa

KOPOTKOE nieyo «p» ANNHHOE NIievo «g»

XPOMOCOMa B KOHLie KNETOYHOro LyMkna, B MeTadase;
NpOU30LLIO ee yABOEHWE 1 KOHAEHCaumsi, Tenepb
OHa COCTOUT U3 ABYX MOAEHTUYHbIX CECTPUHCKNX
XxpomaTug (kaxaas U3 KoTopbIX BKMoYaeT B cebs
ofHy ABoviHyto cnupanb AHK), coeanmHeHHbIx

KOpoTKoe ApYr C APYroMm B LieHTpoMepe

nneyo «p»

LANUHHOE
nneyo «g»

/‘“;TepMHCKaﬂ 1 %

oTUOBCKas 3

HopmanbHbI AUnNovAHbI

Habop XpOMOCOM, BUAVMBIA

Ha mMeTada3How NnacTuHke

M NPUrOTOBIEHHBIV NyTEM
paspyLueHus knetku B MeTacpase
1 OKpaLUMBaHUs pa3bpocaHHbIX
xpomocoMm. B npueeneHHom 3aech
CXemMaTu4yeckoM npumepe
nokasaHbl TPM Napbl ayToCOM
(XpOMOCOM, CUMMETPUYHO
Hacnegyembix oT obovx poauTenei
BHe 3aBMCMMOCTU OT Nona) u Ase
nosioBble XPOMOCOMbI — X OT

napa
ayTocom
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Yem Gonblue paccTosiHue
mexay ABYMsi Nokycamu Ha
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BEPOSATHOCTb TOrO, YTO OHU ByayT
pasfeneHbl KPOCCUHIOBEPOM,
NPOVCXOASILLMM B caiiTe Mexay
Humun. Ecnn aBa reHbl 6binn
TakuM o6pa3om NepecTpoeHbl

B X % ramer, TO roBOPSIT, YTO
pasgensioLee nx paccTosiHme

B XPOMOCOME Ha reHeTu4eckom
KapTe COCTaBnsieT X eAnHUL,
KapTupoBaHus (Mnm

X CaHTMMOpraH).




TUMNbI MYTALIMIA
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TOYEYHAA MYTALIMA: nokanu3oBaHa B 0O4HOM caiTe
reHa ¥ COOTBETCTBYET €AMHCTBEHHOI Nape HyKneoTuaoB
W1 O4eHb ManeHbKoN YacTu reHa

() a1 B rae
{
@ A

MNHBEPCWA: meHseT HanpaBneHne cermeHTa XpoMOCOMbl
Ha NpPOTUBOMONOXHOE

netarnbHasa MyTaunsa: Bbl3blBaeT NpexaeBpemMeHHyo mbenb
pasBuBaroLLerocs opraHmama
YyCnoBHasa MyTauusa: nposABnAeTcd B cbeHomne TONbKO npu

onpegeneHHbIX YCrnoBuax, HOCALLUUX Ha3BaHUe pecmpuKkmueHbIx

ycnoswuit. Mpn Apyrnx ycnoBusix — nepmuccugHbix — adpdekta
MyTauuu He Habntogaetcs. B cnyyae memnepamypo-

yyecmeumeribHbIX MyTaLWin peCTPUKTUBHBIM YCNOBUEM 06bI4HO

CINYXXUT BblCOKasi TemMneparypa, a nepMUCCHUBHBIM — HU3Kast
MyTaums ¢ notepeit yHKLUMM: OrpaHU4MBaET UK npekpatlaet
hYHKUMOHMPOBaHWE reHa. ATo Hanbonee pacnpocTpaHeHHbIN
Knacc mytauui. Mytauum ¢ notepei pyHKUMM 06bI4HO
PpeuyeccusHbl — OpraHu3M HopMarnbHO PYHKLMOHUPYeT

[0 Tex rnop, noka oH COXpaHsEeT XOTs Obl 0AHY HOpMarnbHYo
KOMuto reHa

HyNb-MyTaLMK: MyTauus ¢ NoTepeit yHKLMK, KoTopast
NOMHOCTBIO BbIKMOYAET paboTy reHa

NBA TEHA NN OONH?

Ecnu cywecTsyeT ABe MyTaLuu, NPUBOAsILLME K (DOPMUPOBAHNIO
O[IHOTO U TOTO ke (PEHOTUMA, TO KaK MOXHO Y3HaTb, SABMSIIOTCS NN

OHU MyTauMAMU ofHOro reHa? Ecnv MyTaumm peLeccuBHbl
(a 06bI4HO Tak 1 BbIBAET), TO OTBET MOXHO AaTb MPY MOMOLLM
TecTa Ha KoOMMnemMeHTauumio.

KOMIMIIEMEHTALIA:
MYTALIUW B BYX PASJTMYHBIX FTEHAX

rOMO3UroTHas MyTaHTHas MaTb FOMO3UIOTHbIV MyTaHTHbIV OTeL,

FI/IGPVI,CIHOe noTomcTBo obnagaet HOpMarlibHbIM (*)eHOTI/IﬂOMZ
NpUCYTCTBYET OA4Ha HOpMarnbHas KONus KaXKgoro reHa

Il B E

Tm

OENEUNA: ynaneHne cermeHTa XpOMOCOMbI

VA

TPAHCINOKALIMA: ynaneHwe cermeHTa ogHon
XPOMOCOMBbI U MPUCOEANHEHNE ero K ApYron

MyTaums ¢ npuobpeteHnem dyHKUMN: yBenuymBaet
aKTUBHOCTb reHa Unu AenaeT ero akTMBHbIM B HEMOAXOASLLMX
YCIOBYSIX; 3TN MyTaLun 06bIYHO JOMUHAHTHbIE
[OMVHaHTHO-HEeraTMBHas MyTauus: MyTauus, kotopas
NposiBNSETCSA Kak AOMUHAHTHAs, HO BIOKMpYeT akTUBHOCTb
reHa, Bbi3blBas PeHOTUN C noTepen PyHKUMM aaxe

B MPUCYTCTBUM HOPMasibHO Konuu reHa. OTo siBNeHve
MMeeT MeCTo, KorAa NpoAyKT MyTaHTHOrO reHa MeLuaet
hYHKLMOHMPOBaHWIO NPOAYKTa HOPMarbHOro reHa
cynpeccopHasi MyTauus: nofaenser eHoTunnyeckoe
nposiBNeHne Apyron MyTaumm, Tak 4To ABONHON MyTaHT
KaKeTCst HopMmanbHbIM. BHyTpureHHas cynpeccopHas
MyTaLms pacronaraeTcs B npegenax reHa, HecyLlero
nepBylo MyTaLMIo; 9KCTpareHHasi cynpeccopHas MyTaums
pacrnonaraetcsi Bo BTOPOM reHe, 06bI4HO TOM, Yell NpoayKT
HanpsiMyto B3aMMoaeiCcTByeT C NpoAyKTOM NepBOro

B camom npocTom BapuaHTe TecTa Ha KoMMnnemeHTauuo
0c00b, FOMO3UrOTHYI0 MO OAHON MyTaLMK, CKPELLMBAIOT
C 0CO6bt0, FOMO3MIOTHOW MO Apyroit. PeHOTMN noTomMcTBa
[aeT OTBET Ha MOCTaBIEHHbI BONPOC.

HET KOMMIIEMEHTALW: OBE HESABUCUMbIE
MYTALIM/ B OOHOM rEHE

FOMO3UroTHasa MyTaHTHas MaTb rOMO3UIOTHbIV MyTaHTHbIV OTeL,

rl/leI/I/J,HOe notomMmcTBO obnagaet MYTaHTHbIM d)eHOTI/II'IOMZ
HOpMarsibHble KONUN MYTaHTHOIO reHa OTCYTCTBYIOT




974 YacTb lll. MeToapbl

JOOOI YesOBEK € cepbe3HbIM /1e(DeKTOM KaKOro-u60 BasKHOTO TIPOIECCa, HAIpuMep
permmkarm JIHK, moruGHer 3a10/r0 10 POKAEHNS.

CyliiecTByeT /iBa OCHOBHBIX CIIOCO0a U3YUEHUs YeJOBEYECKUX reHOB. Bo-nepBbix,
TTOCKOJIBKY TeHbI U UX (PYHKIIUN COXPAHSINCH B TEUEHNE IBOJIOINH, U3YUeHUE MeHee
CIOKHBIX MOJIETBHBIX OPTAHU3MOB [IaeT KPUTIMUECKYI0 MH(MOPMAIINIO O CXOJHBIX TeHaX
1 mporieccax B yesoBeke. COOTBETCTBYIONINE YeTOBEUECKUE TeHbI MOKHO 3aTeM M3yJaTh
B KyJIbTUBUPOBAHHBIX YEJOBEUECKUX KJIETKaX. BO-BTOPbIX, MHOTHE He JieTaJbHble MYy-
TaIy, HampuMep TKaHecrennduaeckne 1edeKThl JU30COM WIN PEIENTOPOB Ha TIOBEPX-
HOCTHU KJIETKW, BO3HUKJIU B Y€JOBEUECKOH TOMYJISAIINN CIIOHTAHHO. AHAIN3 (DEHOTUTIOB
JIOZIElt ¢ TAaKOTO Pojia HAPYIIEHUSIMU, HAapaBHE C N3yUeHNeM UX KJIETOK B KyJbType, Iaj
HeMamo nHGOPMAITNH 0 BAXKHBIX (DYHKITHSAX YeJ0BeIeCKNX KaeToK. HecMoTps Ha To 4TO
TaKUe MyTal[uK BCTPEUAIOTCS PEIKO, UX JIETKO HAlTH, 6/1aro/iapsi yHUKaJIbHOMY CBOUCTBY
JHoJlei: MyTaHTHbIE WH/IMBH/IbI MPUBJEKAIOT K cebe BHUMaHue, TPeOysl CIEIHAIbHYIO
MEJMITMHCKYIO TIOMOIIb.

8.5.2. leHeTNYECKNI1 CKPUHUHT NO3BONAET naeHTUGMLUMNpPOBaTb MyTaH-
Tbl CO cneynPnYeCKNMN OTKIOHEHNAMM

Kak TompKo co3mana KOJIEKIMS MyTaHTOB MOIEJbHOTO OpPTaHW3Ma, HaIpUMep
IPOSKsKell WM MyTIeK, JJisd OOHapysKeHUs WHTEePecyIolero M3MeHeHHOTO (eHoTHa
00GBIYHO HEOOXOIUMO U3YUUTH ThICSUH 0co0ei. TaKoil MONCK HA3bIBAETCS] TEHETHYECKHUM
CKPUHHHIOM, U 4YeM OO0Jibllle TEHOM, TeM MEHbIIIe BEPOSITHOCTb TOTO, YTO KaKOH-n60
OIpe/IeJIeHHbII reH Gy/IeT HecTH MyTaluio. TakuM o6pas3oM, ueM GoJibllie TEHOM Opra-
HU3Ma, TEeM TPY/IHee CTAaHOBUTCS CKPUHUHT. (DEHOTHUII, TIOUCK KOTOPOT'O OCYIIECTBIISAETCS
[IPY TIOMOIIM CKPUHUHTA, MOKET ObITh MPOCTBIM WK CJAOKHBIM. [Ipocrbie denorurbt
JIEFKO OGHAPYKUTD: HAIPUMED, MOKHO OBICTPO TIPOBEPUTDH OOJIBIIIOE YKHCI0 OPTaHU3MOB
Ha MyTalluu, JieJaloliue HeBO3MOKHBIM BbIXKMBAHUE OPTraHW3Ma B OTCYTCTBUE OIpe/ie-
JIEHHOW aMIHOKUCJIOTBI WJIN TTUTATEIbHOTO BEIeCTBa.

Bousiee coskublie (hpeHOTHUIIBI, HATIPUMEP HAPYIIEHUS TIOBEEHUST UM CIIOCOOHOCTH
K 00y4eHuIo, MOTyT norpe6oBarh Goee TpyaoeMKoro ckpuamnara (puc. 8.54). Ho Metozpr

L

1 Mm

Puc. 8.54. O6Hapy>KeHue noseaeHUYecKoro ¢eHoTMna Npu reHeTMYecKom ckpuHuHre. (a) C. elegans ankoro
TNa NUTAOTCA rpynnamu. Yepsu MUrpMPYHOT, MOKa He BCTPEYAkoT CBOMX COCeael, BMECTE C KOTOPbIMM OHU Npu-
CTynatoT K NoefaHuto 6akTepuid. (6) MyTaHTHbIE }KMBOTHbIE NWUTatOTCA camu no cebe. (PoTorpadum nonyyeHsi
Cornelia Bargmann, Cell 94: o610xkKa, 1998. C ntobesHoro paspelleHns nsgatenscrea Elsevier.)
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FeHEeTUYECKOTO CKPUHUHIA, TIPUMEHSIEMBbIE JIAsKe JIJISI aHAIN3a CIOKHBIX (DU3MOJIOTNUECKIX
CHCTEM, JIOJKHBI ObITh KAK MOKHO G0Jiee IPOCTBIMU 1, €CJI BO3MOKHO, TI03BOJISITh O/THO-
BpeMeHHOe u3yueHue GOJIbIIOro KoJndecTBa MytanToB. Hanpumep, pazpaboran oyeHb
AJIETAHTHDBII METO/] CKPUHUHTA JIJIs [IOUCKA TEHOB, YYaCTBYIOMINX B 00paboTKe 3pUTETbHOI
undopMalu y poi6 anno. B ocHOBE 3TOro CKPUHUHTA, KOTOPbII OTCJIEKUBAET OTBET
pbI6 Ha JBIIKEHUE, JIEKUT M3MeHeHue nosejieHusi. PbiObl AUKOTro THUMA TJIBIBYT B Ha-
[IPABJIEHUN BOCIIPUHSITOTO J[BUYKEHUSI, TOTJA KAK MYTaHTbI C HAPYIIEHUSIMU B CUCTEMAX
00pabOTKY 3pUTEIbHON MH(MOPMAIMY TJIABAIOT B CJAYYAMHBIX HANPABJIEHUSX — TaKOE
HoBe/IeHue JIErKo BbiienTb, OHUM U3 MyTaHTOB, OOHAPYKEHHDIX IIPH TAKOM CKPUHUHTE,
sBasiercst lakritz, y koroporo orcyteryeT 80 % KJIETOK TaHTJINS CETYATKU, HOMOTAIOIINX
repeiaBaTh 3pUTEIbHbIE CUTHAJIBI OT TJ1a3 B MO3T. [10CKOJIbKY KJeTouHast OpraHu3aliist
ceTdaTKu pbib JaHUO CXOJHA C TAKOBOI BCEX MO3BOHOUHBIX, U3yUEHUE TAKUX MYTAHTOB
JIOJIKHO CIIOCOOCTBOBATH MOHUMAHUIO TIPUHIUTIOB 00pa0OTKY 3pUTEIbHON HH(MOpMAIUn
y Josieit.

[Mockosbky nedexrTbl reHoB, HEOOXOIUMBIX [Tl (DYHAAMEHTATbHBIX KJIETOUHBIX
IIPOIIECCOB, HanpuMep cuHTe3a u nporeccuira PHK win perysisiiun KJIeTo4HOro 1muk-
JIa, 4aCTO SIBJISIIOTCS JIETATbHBIMU, (DYHKI[MH 3TUX FeHOB OObIYHO UCCIEAYIOT HAa 0COOSIX
C YCJOBHBIMH MyTaiusiMd. MyraHtHbie 0coOM HOPMAJbHO (DYHKIIMOHUPYIOT IO TEX
0P, TI0Ka OHM HAXOJATCS B «IEPMUCCUBHBIX»> (OT aHIJI. permissive — paspenraromniuii)
ycnoBusax. Ho Kak TOIbKO OHM HOBEPTaOTCA BO3AEHCTBUIO «PECTPUKTUBHBIX» (OT aHTJI.
restrictive — orpaHm4MTENBHBIIT) YCAOBUI, MPOSBISAETCS HapylleHne (PyHKIMOHUPOBA-
HUS TeHa. HampuMep, B opraHuaMax ¢ memnepamypouyscmeumeohvlMu Mymauusimi
MOZKHO BKJIIOYATh U BBIKJIIOUYATD [IPOSIBICHIE HAPYIIEHMSI, IPOCTO MEHSIST TEMIIEPATYPY;
TaKuM 00Pa30M, KJIETKA, COJEPIKalliasi TeMIepaTypPOuyBCTBUTEIbHYIO MyTAIUIO B I'eHe,
HEOOXOIMMOM JIJisl BbKMBAHUSI, NOTUOHET TIPU PECTPUKTUBHOI TeMIiiepatype, HO Oyer
HOPMAJIbHO PA3MHOKAThCA TIpH nepmuccuBHoii (puc. 8.55). TeMmepaTypouyBCTBUTEIbHDIIT
reH B Takoil 0cOOM OOBIYHO COEPKUT TOUEUHYIO MYTAIIUIO, BBI3bIBAIOILYIO HEGOJIBIIOE
u3MeHeHue ero GeJKOBOTO MPOJIYKTA.

B GakrepuanbHbix reHax, Koaupyiomux HeoGxouMbie Jist perukaimn JTHK
6eJIK1, HaliZIEeHO MHOKECTBO TeMIIePaTyPOUYBCTBUTENbHBIX MyTarii. MyTaHTbl 06Ha-

MyTaHTHblEe KNeTKN
nponudepupyoT

C>—— 1 POPMUPYIOT KONMOHUM
npu NEpMUCCUBHOMN

Temnepatype
A 23°C
KOMOHWK AensT X MyTaHTHbIE KIeTku
Ha ABe paBHble YacTu (> He MOryT pasmMHOXaTbCsl

1 UHKYBUpYIOT Npu ABYX 1 hopMupoBaTh KOMOHWUM
MyTMPOBAaBLUMNE KIETKN pasnmyHbIX npy HenepMUCCUBHOM
nponudepupyoT Temnepartypax 36°C Temneparype
1 06pasyroT KONOHUM

o

npn 23° C

Puc. 8.55. CKpMHUHT Ha TeMMnepaTypo-4yBCTBUTE/IbHbIX MYTAaHTOB 6aKkTepuii uan gpoxkikeit. O06paboTaHHble
MYyTareHOM K/eTKM PacTyT Npu NepmuccuBHoOM Temnepatype. OHU aenatca u obpasyroT KOMOHMK, KOTopble
METOA0M OTNEYATKOB NEPEHOCAT Ha ABE OAMHAKOBbIE YalKu MNeTpu. OAHY U3 3TUX YaLlLEK MHKYOMPYOT Npu nep-
MMCCMBHOM TemnepaType, BTOPYIO — MPU PECTPUKTUBHON. KNeTKu, coepiraluye TeMnepaTypoyyBCTBUTENbHYHO
MyTaUMIO B reHe, Heobxoanumom Ana npoandepaumm, MoryT AeUTbCA NPU HOPMasbHOM, NEPMUCCUBHOM
TemnepaTtype, HO He MOTYT NPU PECTPUKTUBHOM (B AAaHHOM Cy4ae, NOBbILWEHHOMN).
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PYKIWIN [IPU CKPUHUHTE MO/[BEPTHYTBIX JEHCTBUIO MyTareHOB MOMYJSIil GakTepuit
Ha HaJM4Me KJETOK, KOTOpble TepectaioT cuHTesnpoBaTth JIHK mpum marpeBanum
ot 30°C mo 42°C. ITu MyTaHTBI BIIOCJEACTBUN WCTIOIb30BANN I UICHTH(DUKAIINN
U ONUCAHMS COOTBETCTBYIONMX OenkoB periunkanuu JJTHK (M. TJIaBy 5). Anamormd-
HO, CKPUHUHT Ha TeMIIepaTypPOYyBCTBUTEIbHbIE MYTAIlUN TPUBEJ K WIEHTU(DUKAIIT
MHOIMX GEJIKOB, YYaCTBYIOIIMX B PETYJISIIIUE KJIETOYHOTO IUKJIA, a TAK}Ke MHOYKECTBA
6eJIKOB, OTBEYaloIIUX 32 JIBUKEHHE TENTHIOB Yepe3 CEKPETOPHbBIN IIyTh JAPOKIKE
(em. mpunoxkenne 13.1). PoacTBeHHbIE MOAXO/ABI CKPUHKUHTA TTO3BOJIAIN OINPEIEIUTh
ysriuu GhepMeHTOB, MPUHUMAIOIIUX YYACTHE B PUHIIUIHAIBHBIX META00JIHUYECKUX
nyTax Gakrepuil u Aposkskeil (9TOT BOIPOC paccMOTPEH B TIaBe 2), a TaKKe MICHTH-
¢uIMpoBaTh MPOAYKTHI TEHOB, OTBETCTBEHHDBIX 32 MPABUJIBHOE PA3BUTHE 3aPOJIbIIIEH
Drosophila (cm. rnasy 22).

8.5.3. MyTauun moryT npuBecTu K notepe win npnobpereHnto 6enkom
byHKUMN

lennbre MyTaIy pasfessaioT Ha J[Ba KJaacca: MyTaIln «C TToTepeii PyHKII» 1 My-
TaImn «C probpeTeHneM GyHKINI». MyTaiun ¢ motepeil (PyHKIN TPUBOJAT K TOMY,
YTO IPOJIYKT reHa 6o He paboTaet, 60 paboTaeT CUIIKOM CI1a60; TaK MOXKHO ITOHSTD,
KaKylo (PYHKIIUIO BBITIOJIHSIET HOPMAJIbHbBIN TeH. Myrtarnun ¢ npuoOpereHneM (pyHKIUH
IPUBOJAT K TOMY, YTO IPOJYKT TeHa MO0 CJMIIKOM aKTHUBeH, 60 paGoTaeT B Helpa-
BUJIBHOE BPEMSI 1 B HEMIPABIJILHOM Mecte, 160 paboraer no-apyromy (puc. 8.56).

Ha HavaibHBIX aranax reHeTHYeCcKOro aHaim3a Jio0oil MYTaHTHOW KJIETKU WJIN
OpraHM3Ma BaYKHO Y3HATD, BbI3BIBAET JI MYTAIlHs OTEPIO UK TIPHOOPeTeHne (PyHKITIH.
CraHJapTHBII TECT COCTOUT B OIPE/IENEHUH TOTO, SIBISETCS JIN MYTaImst QOMUHANMHOU
W peyeccusHol. JJoMunanTHass MyTanus Bbl3biBaeT (POPMUPOBAHIE MyTaHTHOTO (DeHO-
THIIA JIasKe B IPUCYTCTBUN HOPMAJIbHON KOTIMY TeHa. PerjeccuBHas MyTaIlys He CliocoOHa
BBI3BATh (POPMUPOBaHNE MYTAaHTHOTO (DEHOTHIIA TP HAJTMYNH €/IMHCTBEHHOH KON TeHa
Jqukoro tuia. HecMorpst Ha TO 4To GbLIM ONMUCAHDBI CJIydau, KOrja MyTalus ¢ LoTepei
byHKIN GblIa JOMUHAHTHOMN, & MyTalus ¢ npuoOpereHeM (PYHKIMH — PelecCUBHON,
B GOJIBITMHCTBE CJIYYaeB PEIleCCUBHBIE MYTAIlUN MTPUBOJAT K MoTepe (DYHKINH, a TOMU-
HaHTHbIe — K HpuoOperenmio. OIpeiesnTb, SBISETCS JII MyTallis PeleCCUBHON MN

MyTaums MyTaums
C nprobpeTeHrem C YCNOBHOW MoTepe

OVKAA TUN MyTaums ¢ notepen yHKUUM yHKLMN pyHKLMK
TOYeYHasa MyTaumuss  yceyeHue 37°C 25°C

Puc. 8.56. MyTauum reHoB, No-pasHoOMY BAMAIOLLME Ha 6enKoBble NPoAyKTbl. B 1aHHOM Npumepe 6e1oK AMKoro
TMna ob1agaeT B KNeTKe cneynpuyeckon GpyHKumen, 0603Ha4eHHOM KpacHbIMM ydamu. MoKasaHbl MyTauuu,
KOTOPbIE OTK/IHOYAIOT, YCUAMBAIOT UM U3MEHAIOT QYHKLMIO NPUY yBENMYEHMM TeMnepaTypbl. BenoK c Temnepa-
TYPOUYBCTBUTE/IbHOW YCIOBHOM MyTaLMel HECEeT aMUHOKMC/IOTHYHO 3aMeHY (KpacHas), KoTopas npenaTcTeyeT
ero npasuibHomy donguHry npu 37°C, Ho NO3BOAAET eMY HOPMa/IbHO CBOPAUMBATLCA U GYHKLMOHUPOBATb
npu 25° C. Takne ycnoBHble MyTaumum 0cobeHHO NoNe3Hbl AN UCCNef0BaHNA XU3HEHHO HEOOXOA4MMbIX FEHOB;
019 U3ydeHna GYHKLUMOHMPOBAHUA reHa OpraHnM3mM MOXKHO BbIpaLLLMBATh B NEPMUCCUBHBIX YCIOBUAX, A 3aTEM
nepeHoCUTb B PECTPUKTUBHbBIE YCNOBUA.
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JMIOMUHAHTHOH, Jerko. Hy’KHO MPOCTO CKPeCTUTbh MyTaHTa C JUKAM TUTIOM U TIOTYYUTH
JIUTJIOU/IHbIE KJIETKY Wi opranu3mbl. [losyuenHnoe motoMctBo GyIeT TeTepO3UroTHbIM
o MyTarn. Ecjim MyTaHTHBIN (DEHOTUIT B TIOTOMCTBE He Hali/ieH, MOSKHO CIeIaTh BBIBOJ
O PeIrecCUBHOCTU MYTAIlUU ¥, CKOpee BCero, OHA TMPUBeEJET K ToTepe (GyHKIIUN.

8.5.4. TecTbl HAa KOMNJIEMEHTALMIO NOKa3bIBalOT, PacnoioXKeHbl N ABe
MyTauuu B O4HOM FreHe Win B pa3HbIX

[HupokoMacITaGHbII TeHeTUYECKUIT CKDHHITHT MOJKET JIATh MHOTO Pa3HbIX MY TaIlHii,
HPOSIBJIIONINXCS B OIMHAKOBOM (beHoTHIe. ITH JedeKThl MOryT GbITh PACHOJIOKEHbBI
B Pa3JIMYHBIX TeHaX, (PYHKIMOHUPYIONIMX B OJHOM M TOM >Ke TPOIEeCCce, WU MOTYT
ObITb PA3HBIMHU MYTAIUSIMH OJIHOTO TeHa. AJibTepHaTUBHBIE (DOPMbBI TeHa HAa3bIBAIOT
ayutessimu. HanGoosee pacripocTpaneHHOe pasiimdne MexX/Iy alIeIsIMi — 3aMeHa O/JHOM
HYKJICOTU/IHOH Tapbl, HO Pa3/IMYHbIe AJIeIN TaKXKe MOTYT HECTH JeJIellid, 3aMeHbI
i gymmkanuy. Kak Toraa MoKHO y3HaTh, PACIOJIOSKEHDI JIN IBE MYyTAIlNH, JIAfOIie
O/IMHAKOBBII (DEHOTHUTI, B OJIHOM TeHe WJIN B PA3HbIX? Ecm MyTaiuu periecCuBHbI, Ha-
pUMep, OHU TIPUBOJIAT K TIoTepe (DYHKIIMY ONPeIeJIEHHOTO TeHa, MOSKHO TIPOBECTH TECT
Ha KOMILIEMEHTALHIO, TI03BOJIIONINIT ONPE/IE/NTD, COJAEPIKATCS JIM MyTallul B OTHOM
WM PA3HbIX TeHax. /it TecTHPOBAaHMS Ha KOMILIEMEHTAIINIO B IUTIJIOMIHOM OpraHu3Me
TOMO3HUTOTHYIO 110 OJ{HOI MyTaIui 0co0b, 06IAIAIONIYIO0 IBYMSI OIMHAKOBBIMHI JLIeJIIMI
MyTaHTHOTO TeHa, CKPEINBAIOT ¢ 0cOObIO, TOMO3UTOTHOII 110 BTOpoit MyTarmu. Ecim 06e
MyTaI[l PACHOJIOKEHBI B OJTHOM T€He, TO TIOTOMCTBO Gy/eT UMEeThb MyTaHTHBIN (heHO-
THUII, TIOTOMY 4TO OHO He GyJeT 00JajaTh HOPMATbHBIME KOIUSIMU JAHHOTO TeHa (CM.
npuoskenne 8.1). Eciu, Ha060poT, MyTaInu Jie;KaT B PA3IMYHBIX TeHaX, TO MOJIyYeH-
HOE TIOTOMCTBO OYJIET OTHOCHTHCSI K HOPMAJIbHOMY (DEHOTHUITY, TOTOMY YTO OHO Oyjer
HECTH OJ(HY HOPMAJBHYIO KOIMIO (M OJHY MYTAHTHYIO) KaKI0TO reHa. Takum o6pasoMm
MYyTaIlK JIOTIOJHSTIOT JIPYT JIPyTa U BOCCTAHABIMBAIOT HOPMabHbIi (penotun. Tect 06-
HAPYKEHHBIX MPU TeHETUYECKOM CKPHHUHTE MYTAHTOB HA KOMILIEMEHTAIIUIO MOKA3aJl,
HaIpuMep, 4To JIPOsKKaM /IS TlepeBapUBaHUs caxapa raJaKkTo3bl TpeOyeTcs 5 TeHOB,
E. coli nnst dopmupoBanust (hyHKIMOHUPYIONINX pecHudeK HyskHO 20 TeHOB, B cOOpKe
BUPYCHBIX yacTtull Gakreprodara T4 ydactByer 48 reHOB M COTHU TE€HOB HEOOXOUMDI
JUISL PA3BUTHA U3 OIUIOJIOTBOPEHHOTO SiIa B3POCTIOTO KPYIJIOTO YepBsl.

8.5.5. Mopanok pa6oTbl reHOB B MeTa601M4YeCKOM NyTV MOXHO onpepge-
NUTb NPY NOMOLLM 3NNCTa3a

OO6bIYHO CJIEIYTONUM 1ITaroM TocJie HAeHTHUKAIT Habopa T€HOB, YYaCTBYIONIIX
B OTIpe/IeJIEHHOM GHOJIOTHYECKOM TIPOIIECCE, SBIISETCS OTpe/iesieHIe MOPsIIKa, B KOTOPOM 3TH
redbl PYHKIMOHNPYIOT. [1opsiiok reHoB mpoiie Bcero 0ObsSICHNTD Ha TIPUMepe MeTabomde-
CKUX TyTel, rje, HarpuMep, pepMenT A HeoOX0UM JIJIs CHHTe3a cy6cTpara uist hepMeHTa
B. B atom cirydae MOKHO cKa3arh, 4TO B METAGOIMUECKOM Ty TH TeH, KOJUPYIONHii (hepMeHT
A, paboraet ji0 Tena, Kogupyioiiero ¢pepment B. TouHo Tak ke B cirydae, ecsn oJiuH 6€T0K
pEeryJIMpyeT akTHBHOCTD JIPYTOT0, MbI CKaKeM, YTO MEePBbIil TeH paboTraeT /10 Broporo. 1lo-
PSI/IOK TEHOB BO MHOTHX CJIYYasX MOKHO ONPEJEJUTh TIPOCTO TIPH TIOMOIIM T€HETHYECKOTO
aHam3a 6e3 Kakux-m6o 3HAHWI O MeXaHU3Me JIeHCTBUS MPOyKTOB T€HOB.

[IpeanonoskuMm, 4To y HAC €CTh OGMOCHHTETUYECKHUI IMPOIECC, COCTOSIINN W3 T10-
CJIeTOBATEJbHBIX 3TANOB, MPHYEM BBITIOJHEHME 3Tana B MpOMCXOAUT TOJBKO TOCTe
3aBepiienus arana A. IlpexamosokuM Takske, uTo s dTarma A HeoO6XoauM zeH A,
a st srana B — zen B. Torpa Hysab-myrtamust (MyTanusi, oTK/Iodaonas (GyHKIHIO)
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B TeHe A OCTAHOBWT TIPOTIECC HA dTare A, BHE 3aBUCUMOCTH OT TOTO, (DYHKIIMOHNPYET TeH
B wm mer. C apyroii cTOPOHBI, HyJIb-MyTalls B reHe B BbI30BeT OCTAHOBKY Ha JTare
B ronbko Torma, korjia ren A Bce elle akTUBeH. B TakoM ciyvyae TOBOPAT, uTO reH A
SIBJSIETCS JNUCAMuUYeckuM 1o oTHomeHnio K reHy B. CpaBuenme dheHOTHUTIOB pas-
JIMYHBIX KOMOUHAIMI MYTaIUii TI03BOJISIET ONPEIENNTb NOPSA0K paGoThl TeHoB. Takoit
aHaM3 Ha3bIBaeTCs 3MMCTa3oM. [Ipi moMomn amcTa3a mTpOaHATN3NPOBAH M Th CEKPEITIH
6eJIKOB y JIpOosK:Keli. Pa3indnbie MyTalluu B 3TOM IIyTH MPUBOST K He HAGIOAA0NIeNCst
B HOPME aKKyMyJISIn GeIKOB B 9H/I0ILIa3MaTnuecKoM petuky.ayme (DP) um anmapare
TFonbpxu. Korma co3iaior KAeTKy APOsKIKell, HECyIIyio MyTaluio, GJIOKUPYIOILYIO MTPO-
neccutr 6enikoB B DP u Myranuio, GJIOKUPYIONIYIO TIPOllecCUHr B arnmapare [osib/pki,
6esiku cramuBaioTcss B DP. JTo yKasbiBaeT Ha TO, 4TO /IO CEKpeIun OeTKU JOJIKHbI
npoiitn yepes AP, npexae ueM onn Gy/yT oTIpaBaeHbl B anmapar Lobmxn (puc. 8.57).
Crtporo roBopsi, 3MUCTa3 MOXKET JAaTh MH(POPMAIIUIO O MOPSI/IKE TEHOB B MeTAGOJIMUECKOM
IIyTH TOJIBKO B TOM CJjiydae, ecjiu o6e MyTalluu siBJISIIOTCSL HyJIeBbIMU ajutesisivu. Korja
MYTaIllii YaCTUYHO BOCCTAHABIUBAIOT CBOIO (DYHKIMIO, MX IMHICTATUIECKIE B3aUMOOT-
HOIIIEHUS] MHTEPIIPETUPOBATD CJIOKHO.

Wuorma ABOITHOM MyTaHT MOXKET TIOKa3aThb HOBBIM win GoJiee MOBPEXIEHHbIN (e-
HOTHII TI0 CPABHEHUIO C JIOObIM M3 OJMHOYHBIX MyTaHTOB. Takoil THII T€HETUYECKOrO
B3aUMOJIEHCTBIST HA3BIBAETCS CUHmMemuueckum (HeHOTUIoM, 1 ecii (PeHOTHIT TTPUBOTUT
K e OpraHmaMa, TO OH Ha3bIBAETCS CUMMEMUYECKOU Jlemdavio. B GobIIMHCTBE
CJly4aeB CUHTETUYECKUE (DEHOTUT YKA3bIBAET HA TO, UTO JIBA reHa PaboTaioT B JIBYX pas-
HBIX TTAPAJJIETbHBIX MYTSIX, KAXK/bIH U3 KOTOPBIX CIIOCOOEH OMOCPE0BATD OJIUH U TOT JKe
KJIETOUHbIN mporiecc. Takum 06pa3oM, Korja B JABOIHOM MyTaHTe 06a MyTH U3MEHEHbI,
IIPOIIECC TIOJTHOCTBIO HAPYIIAETCS U HAOMIONAETCS CUHTeTHYeCKuil (heHOoTuIl.

8.5.6. leHbl, ngeHTNPNLMPOBaAHHDbIE NOCPEACTBOM MyTaLNil, MOXXHO
KJOHUpPOBaTb

CJIe,ZIYIOH_[I/Iﬁ IIar mocJjie 1mojay4yeHusda B TEHETUYECKOM CKPUHUHTE MYTaHTHBIX Opra-
HN3MOB — I/IIIeHTI/I(bI/IKa]_II/ISI I'€Ha WJIM IreHoB, OTBETCTBEHHbIX 3a M3MeHEHHDBII (1)6‘HOTI/IH.

annapart CeKpeTopHble

P Fonbmxkn  nMy3bIpbku
HopMarbHas KneTka CEKpPETOPHbI MyTaHT A CEeKpPeTOPHbIN MyTaHT B nBoriHon mytaHT AB
6enok Hakannueaercs 6enok Hakannueaetcs 6enok HakannveaeTcs

el s e B OP B annapare ['onbmpxu B 3P

Puc. 8.57. Ucnonb3oBaHue reHeTUKM ANA onpeaeneHns NnopaaKa GYHKLMOHMPOBAHUA FreHOB. B HOpMasbHbIX
K/IETKaxX CEKPETUPYEMbIE BE/TKM MOTPY»KatOTCA B My3blPbKU, KOTOPbIE CIMBAIOTCA C N1a3MaTUYECKON MeEMBPaHOi
1 BbIBPACLIBAIOT CBOE COAEPKMMOE BO BHELLHIOW cpeay. [lBa MyTaHTa, A 1 B, He cnocobHbl cekpeTnpoBaTb
6enKkn. B myTaHTe A cekpeTopHble 6enku ckanimeatotca B IP, B MyTaHTe B cekpeTopHble 6enkn — B annaparte
fonbaxun, a B ABOMHOM MyTaHTe AB 6enkn — B IP. 3TO roBOPUT O TOM, YTO B CEKPETOPHOM NyTU AedeKTHbIN
reH mytaHTa A paboTaet 10 fedeKTHOro reHa myTaHTa B.



Imasa 8. MaHunynauusa 6enkamu, AJHKn PHK 979

Ecmt dbenotun co3gan myTeM MHCEPIIMOHHOTO MyTareHe3a, OMpeIe T MOJI0KeHne Ha-
PYLIEHHOTO TeHa A0BOJIbHO 1pocto. Mparmentsl [JHK, coxepskamme BeraBky (Hampu-
Mep, TPAHCIO30H WM PETPOBUPYC), BBIAEISIOT, aMIIMUIUPyoT mpu nomonm [TITP
1 pacim@poBBIBAIOT HYKJIEOTHIHYIO TTocaeioBaTesibHocTh (utankupyioreit JJHK. 3arem
MOZKHO TPOBECTH MOUCK MO T€HOMHbBIM 0a3aM JIAHHBIX OTKPBITHIX PAMOK CUUTBIBAHUS,
coJiepsKanx 3Ty (HIAHKIPYIONTYIO MOCIeI0BATETbHOCTD.

Ecmu ang cosmanms myrarmii ucnoab3oBaan nospexkaaiomee /[IHK xummaeckoe
coeqIMHEHNE, 3aada WIeHTN(PUKANNNA WHAKTUBUPOBAHHOTO T€HA YCJIOKHIETCS, HO ee
MOJKHO PEIUTb HECKOJbKUMU criocobamMu. B 0HOM M3 HUX TEPBBIM IIATOM SIBJISIETCS
AKCIIepUMEHTAILHOE OTTpe/IesIeH e JIOKAIN3AIUN TeHa B TeHOMe. /{7151 KapTHPOBAHII HOBO-
TO TeHa CHAavyasa OIEHWBAIOT, KaK JAAeKO OH JIEKUT OT M3BECTHBIX T€HOB. JTO IAeT €TO
MpUMepHOe ToIosKeHne Ha XpoMocoMe. OIeHKY PacCTOSTHUS MeK/Ty TeHHBIMI JIOKYCaMI
OOBIYHO TIPOU3BOJIAT MYTEM AHAAU3A 2PYNN CYEnienus. ITOT METOJl OCHOBAH Ha TOM,
410 GJIM3KO JIeXKAll[e B XPOMOCOME TeHbI MMEIOT TEHJIEHIIUIO HACJIe/[0BAThCSI BMECTE.
O/1HaKO J1ayke PacIioIOKEHHbIE PSIJIOM T€HbI MOTYT ObITh Pa3ie/ieHbl IPU PEKOMOUHAIN
B Mefioze. UeM Gouibliie pacCTOsTHUE MEK/Y JIOKyCaMu TeHOB, TeM GOJIbllle BEPOSITHOCTD
TOro, 4T0 OHM OyAyT pasieneHbl mpu Kpoccunrosepe (M. npusoxenue 8.1). Pacuer
YaCTOTBhl PEKOMOMHAIINU MEXK/Y [ByMsI T€HAMH JIaeT TPUMEPHOE PACCTOSHUE MEXKITY
HuMu. Eciu mosioskeHme B TeHOMe OHOTO Te€Ha M3BECTHO, TO TOTJA MOYKHO OIIEHUTD
TMOJIOKEeHne JPyToro.

[TockosibKy TeHbI He BCera JOKAIN30BaHbI HACTOJBKO OJIU3KO JAPYT K JIPYTY, UTO
MOKHO TOYHO YKa3aTb WX JIOKAJIU3AINIO, JJII OIEHKU TOJOKEHNS HEeM3BECTHOTO TeHa
B aHAJII3E TPYIIT CIIETICHNS YacTO MCHIOMb3YIOTC (DI3MUeCKITe MapKephl, PACIIOOKEHHbIE
B/IOJIb TEHOMA. JTUMHU MapKepaMu OObIYHO CJYXKAT KOPOTKUE HYKJIEOTH/HbIE YIACTKU
C W3BECTHBIMU TOCAETOBATETHbHOCTSIMI W JIOKAJU3AINell B TeHOMe, CYyIIeCTBYIOITIE
10 KpaiiHeil Mepe B JIByX a/uiesibubiX (popmax. Haubosee mpocTbiMu MapKepaMu CJIysKat
oononyxaeomuonsie noaumopgusmvl (Single-Nucleotide Polymorphism, SPN’; Ha pyc-
CKOM Hay4HOM CJIEHT€ UX MHOT/Ia HAa3bIBAIOT «CHUIIAMU» ), KOPOTKHE TIOCAEI0BATENBHO-
CTH, pasJjmyaoniecs: y ocoOeil oMy Idiny Ha OJfHY HYKJeOTHAHYIO mapy. SNP Moryt
ObITb OGHAPYKEHBI TIPU TIOMOIII METO/IOB THOPUAM3AIMU. [[JIs1 Pa3IMIHbIX OPraHU3MOB
HalIeHO MHOKECTBO TaKNX (DU3NIECKUX MAPKEPOB, paclpeleseHHbIX MO BCel JJIHe
xpoMocoM. Ecam aTi Mapkepbl pacmosio:KeHbl JOCTATOYHO TIIOTHO, aHAIU3 TPYII CIie-
TIJIeHNs, HAIIPaBJIEHHBIN Ha TIOMCK COBMECTHOTO HACTEOBAHUS OHOTO WM HECKOJbKIX
SNP ¢ MyTa#THBIM (DEHOTUTIOM, TIO3BOJISIET CBECTH TMOTEHITNATBHYIO JIOKAIN3AINI0 TeHa
K 006J1aCT XPOMOCOMBI, COZIEPIKAIlell BCEr0 HECKOJIbKO TI0C/Ie/[0BATE/IbHOCTE! TeHOB. 3a-
TeM HAMpsIMYIO UCCAEAYIOT CTPYKTYPY U (PYHKIIUIO 3TUX T€HOB U OTIPEIEJISTIOT, KOTOPBIi
13 HUX OTBETCTBEHEH 32 MCXOIHBIN MyTAHTHBIN (DEHOTHUII.

8.5.7. leHeTMKa yenoBeKa o6napaer oco6biMuM 3aa4amMm N BO3MOXKHO-
cTAMM

HecMmoTps Ha TO 4TO reHeTHYECKIe SKCIIEPUMEHTHI Ha JIOIIX CUUTAIOTCS HEeITHU-
HBIMHU 1 3aITPeIieHbl 3aKOHOM, JIO/M CTPA/IAIOT OT OOJBIIIOTO KOJMYECTBA TEHETHYECKNX
3a6osieBannii. ONUCAHHDIN BbIIlE aHAJIU3 TPYIIIT CIEIIEHUST MOKET ObITh UCIIOJIb30BAaH
JUI UAeHTU(UKAIIIT TEHOB, OTBETCTBEHHBIX 32 TAKUe HACJIEICTBEHHbIE COCTOSHUS. TaKkoro
poza uccrenosanus Tpebytor o6pasnos JJHK Gosbioro kosmuectsa cemeil, crpagaio-
X OTHUM HACJIeICTBEHHBIM 3a00/eBaHeM. DT 06PasIlbl NCCAETYIOT Ha MPICYTCTBUE
dusmuecknx Mapkepos, HampuMep SNP, KoTopbie MOTYT OBITH TECHO CIIETIJIEHBI C TEHOM
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3a00JIeBaHNsI, TO €CThb HACJEIOBATLCS BCeMH OOJTbHBIME JIFO/IbMU, HO HE UX 3/[0POBBIMU
POJICTBEHHUKAMU. 3aTeM reH 3a60JIeBaHUs JTOKAIU3YIOT, KaK orucaHo biiie (puc. 8.58).
Hanpunmep, Tak OTKPBITHI T€HbI MyKOBUCIINI03a U 60Jie3HN XaHTUHTTOHA.

OrmernM, 4TO SHIEKJIETKA WU CrepMaTo30ul OYIAyT TepeiaBaTb OT POAUTEJIS
peGeHKY TOJBKO OJIHY M3 Mapbl XPOMOCOM.

8.5.8. eHbl YenoBeKa HacneAylTCA ranJIoTUNHbIMK 6J10KamMmu, YTO No-
MoraeT B MONCKe MyTaLuii, Bbi3biBalowWwmx 6onesHn

OéJIaI[aH IIOJIHOM II0CJIe0BATE/IbHOCTDBIO YE/IOBEYECKOI'O 'eHOMa, celiuac MbI MOKEM
n3y4aTb r€HETUKY Y€/I0BEKA CHOCOéaMI/I, HEJOCTYIIHbIMU €11l€ HECKOJIbKO JIET Ha3a/l. Ha-
TIpUMep, MBI MOKeM HauaTh uaeHTndumposath pasmmuns [IHK, 6marogaps kotopbim
OZIUH Y€JIOBEK OTJINYAECTCA OT [IPYyTroro. He CYHIECTBYET ABYX JIIOI[efl (3a NCKJIIOYECHUEM

napa XpoMoCcoM Ta e napa XxpoMocom
GonbHON maTepu y 300pOBOro oTua

0edEKTHBIN reH,

obycnosnueatoLwnii

6onesHb

SNP-mapkep,

MMEIOLLIMINCA TOMBKO
B 9TOM KONV XPOMOCOMBI L

'

snuekneTka + cnepmartosong

= + + - - + 4+ GonesHb
+ + - - + SNP-mapkep

AHANW3 NPOBEJEH Y 7 OETEN

BbIBO[: reH, obycnosnueatoLmin 3abonesanve, Hacneagyetcst BMecte ¢ SNP-mapkepoM oT 6orbHow
mMartepu ¢ BepoATHOCTbIO 75 %. Mpu cxoxen koppenauum, Habnogaemon y Apyrnx obcnegoBaHHbIX cemen
reH, obycrnoenvBaoLLmMii 3aboneBaHne, BbISIBNSETCSA Ha 3TOW e xpoMmocome 6nusko k SNP. 3ameyeHo,
yTo SNP, HaxoasiLmica Nbo Ha TOM e XPOMOCOME, HO Janeko OT reHa, NMMBo pacnonoXeHHbI

Ha apyron xpomocome, ByneT COBMECTHO HacnefoBatbes Tonbko B 50 % cnyyaes.

Puc. 8.58. AHanus rpynn cuenneHus npu nomouum pusmdyeckmux mapkepos A HK ana HaxoxkgeHUs reHa y ve-
noBekKa. MoKasaHo cLenneHHoe Hacef0BaHWe cneudruyeckoro YesoBe4Yeckoro peHoTmna (34ecb — reHeTu-
Yeckoro 3abonesaHus) c mapkepom SNP. Ecav ntogm, Hacnepytowme 601e3Hb, TaKxKe NoYTU BCeraa HacaeayoT
mapkep SNP, To Bbi3biBatoLWmii 3aboneBaHme reH n SNP, ckopee Bcero 6/1M3K0 pacnosioKeHbl B XpOMOCOME,
KaK MOKa3aHO Ha pucyHKe. YTobbl fAOKa3aTb CTAaTUCTUYECKYHO AOCTOBEPHOCTb HAab/OAAEMOro cuenieHus,
Heobxo4MMO NPOTEeCTMPOBATL COTHU togei. OTMETUM, YTo cuenieHne byaeT abcoNtoTHbIM TOIbKO B TOM
cnyyae, ecnm mapkep SNP pacnonoskeH B camom reHe. Taknum obpasom, SNP nHoraa 6yaeT otaeneH ot reHa
3aboneBaHWA NPU KPOCCUHIOBEPE B Meio3e BO Bpemsa GOpMMUPOBaHNA ANLEKNETKM UAN CNepMaTo30Maa: STOT
C/ly4alh NOKasaH B CamMoii MpaBoi nape xpomocom. Mpu paboTe ¢ ceKBEHMPOBAHHbLIM FEHOMOM NpoLeaypy
6yayT nosTopATb ¢ SNP, pacnonoxeHHbIMK Mo 06emMm cTopoHam oT ncxogHoro SNP, oo Tex nop, Noka He byaet
HalaeHo abcontoTHoe cLeneHHoe Haciea0BaHmMe.
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OJTHOSANIIEBBIX OIM3HEI0B) ¢ OAMHAKOBBIM FeHOMOM. Kaskblii 13 Hac HeceT HaGOp HO-
JUMOP(MU3MOB — PA3INUNil B HyKJIEOTHIHON MOCIeI0BATETbHOCTH, — KOTOPbIE JIeTaf0T
HaC YHUKAJIbHBIMI. JTU MOJUMOPMOU3MBI MOKHO WCIOJb30BATh B KaUuecTBE MapKepPOB
JUISL CO3JIaHUST TeHEeTUYECKNX KapT W IMPOBEIEHNs TeHEeTHYEeCKOTO aHaau3a JJIsi COOT-
HECEHUS OIpeIeIEHHbIX TOMMMOPMU3MOB co crennduueckiuMu 3a001eBaHUsIMI UK
MIPEAPACTIONOKEHHOCTBIO K HIM.

[Tpo6siema cocTouT B TOM, 4TO HYKJEOTHHBIE MOCIEA0BATEIBHOCTH JIBYX JIOJEN
o6braro pasmmyaiorest Ha 0,1% (npumepHo oxro pasmmume Ha 1000 m. H.). ITO Haer
3 MIULTIOHA PasIauil MeXKIY ABYM:I JIIOAbME. TeopeTnueckn A1 nAeHTH(UKAIIN OTHO-
rO WK JBYX TaKUX MOJUMOP(U3MOB, OTBETCTBEHHBIX 32 HACJIE/ICTBEHHYIO GOJIE3HD HJIN
[IPEJPACIIOIOKEHHOCTD K Hell, He0OXOIUMO ITPOCMOTPETh 3 MIJLTHOHA TTIOIUMOP(HU3MOB.
Yto6bl COKPATUTH KOJIMYECTBO PAOOTDHI, HCCIEA0BATEN UCHOIb3YIOT HE/JABHEE OTKPBITHE
Toro hakra, 4TO UesIOBeYECKUE reHbl HACAEAYIOTCS GJOKaMU.

YenoBeyecKkunit BII OTHOCUTETHHO MOJIOJ, ¥ CIUTAETCS, YTO MBI TIPONU3OIILIH OT OT-
HOCUTEIbHO HEGOJIBINON IOy Isiiuu Jiojielt, xuBiux B Adpuke 10 Tbicsd JieT Ha3a/l.
ITockosbKy BCero HECKOJIbKO COTE€H TIOKOJIEHUH OTAEJNLI0T HAac OT 9TOH MpaoTeyecKoii
HOMYJIsIUuK, GOJIbIIINE YYACTKU YEJOBEYECKUX XPOMOCOM TIEPENLIN OT POJUTENei pe-
OeHKy He TPOHYTBIMHU IPOUCXO/IsIiell B Meiioze pekombGunaiueit. Ha camom jesie Mbl
BH/IUM, 4TO OIIpPE/ie/IeHHbIe HAOOPbI AJLIe el (Bruiouasg SNP) HACJIeIYIOTCA B TIpeesax
XPOMOCOM KpyTmHbIMU Ojiokamu. [IpeaKkoBble yuacTKi XpoOMOCOM — HaGopbl ajuiesiei,
HacJIe[IOBaBIAECST OT TTOKOJEHNS K MMOKOJIEHUIO KJacTepaMi ¢ He3HAUNTETbHBIMI TeHe-
TUYECKUMY U3MEHEHUSIMU, — HA3bIBAIOTCS TAIIOTHIHBIME Ookamu. Kak 1 renbr, SNP
U JpyTue TeHeTHIeCcKrue MapKepbl, CYIIECTBYIONINE B PA3IMYHBIX AJLIeJbHBIX (hOpMax,
rarIoTUITHbIE OJIOKKA TaKKe MMEIOT BCEr0 HECKOJbKO PA3HOBH/HOCTEN, CBOWCTBEHHBIX
4eJIOBEUECKON TOMYJISIIINK, KaK/1asi U3 KOTOPBIX TIPE/ICTABJISIET COO0N KOMOUHAIIUIO ajl-
Jiesiel, yHacJae/JOBAaHHYIO OT OOIIEro TpPe/ika MHOTO COTEH JIeT HA3a/l.

B nacrostee BpeMs rccsie1oBaTesn CO3/af0T KapTy YeJI0BEYEeCKOTO TEHOMA, OCHOBAH-
HYyIO Ha 9TUX TalIOTUITHBIX OJIOKAaX, HOCAMNIYIO HaszBaHue KapThbl ramaotunos (haplotype
map — hapmap). YueHble-TeHETUKI HA/ICIOTCS, YTO KapTa TaIlJIOTUIIOB YeJI0BEKA C/1e/IaeT
MTOVCK BBI3BIBAIOIINX OOJIE3HN T€HOB M T€HOB BOCHPHUMYNUBOCTH JIeTde OCTHKUMBIM.
BMmecro niepe6opa Bcex MHOTHMX MU/IMOHOB SNP uejioBeuecKoil HOIyJIsIum, ceituac
JUIST uAeHTUUKAIUE TAIIOTUITHOTO OJIOKA, HACJIEyeMOTO JIIObMU, CTPAJIAIONIUMI Ha-
CJIEJICTBEHHBIM 3a00JI€BAaHIEM, JOCTATOYHO ITPOCMOTPETh 3HAUNTETBHO MEHbIIHIT HaboP
us6panibix SNP. (9t ucenenoanns 10 cux nop Tpedyior o6pasios JHK Gosbimoro
KoJimuecTBa Jiozei, n nonck 1mo SNP ceiiqac 06bIMHO TTPOMBBOAMTCSI IIPU TIOMOIIU PO-
GOTH3MPOBAHHBIX METOO0B.) Ec/i onpe/e/ieHHbIil TarIonanbIil GJI0K Yalle BCTPeYaeTcst
y GOJIbHBIX JIIOJIEH, YeM Y 3/I0POBBIX, TO MyTallusi, CBsI3aHHAsi ¢ 3a00JI€BaHIEM, CKOPee
Beero Oyier pactosioskeHa B ToM ke yuactke J[HK (puc. 8.59). 3arem st noncka reua,
CBSI3AHHOT'O C 3200JIEBAaHUEM, MCCJIE/I0BATEN MOTYT COCPE/IOTOUNTBCS HA CIEIM(PUUECKOM
ydactke B rpe/esax 6joka. Takoii mMo1xoj1, B IPUHITUIE, JOJIKEH MO03BOJUTD aHATM3M-
pPOBaTh TEHETUKY TAKUX PACIPOCTPAHEHHBIX 3a60JIEBaHUll, B KOTOPBIX HECKOJIBKO T€HOB
BBI3BIBAIOT BOCIIPUUMYNBOCTD.

[MoapoGHoe uccienoBanme raIOTUIHBIX GJOKOB MOKET /JajKe YKa3aTb HaM Ha aji-
JIeJIM, HacJeJOBAaHUIO KOTOPBIX CIIOCOOCTBOBAJ ecTecTBeHHBIN oTOop. Kax mpasmio,
KOT/Ia MOSIBJISIETCS. HOBASI aJlJIeNIb FeHa, He CIiocoOCTBYIoIasi 0T60py ocobu, HeoOGX0AUuMO
JUTUTEJIbHOE BPEMsI JIJisl TOTO, YTOObI 3Ta aJIIEIb CTala B HOMYJISIUA PACITPOCTPAHEHHOI.
UeMm pacrpocTpaHeHnHee 1, COOTBETCTBEHHO, J[PEBHEE aJLIesb, TEM MEHbIIE JOJKeH ObITh
OKPYZKAIOIIHii ee TaIIOTUITHBIN GJIOK, MOCKOJbKY OT TIOKOJIEHHS K MTOKOJIEHUIO BEPOSIT-
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1/15 000 yacTb reHoma yenoseka (200 000 n. H.)

reH 2

[ — reH1—| I 1 .

MYTALINA B FTEHE 1 BbISbIBAET

200 SNP (kpacbie), oTnmuaioLyx HOBOE IEHETUUECKOE 3ABOJIEBAHUE
9TOro nHaneuayyma ot BonbLUMHCTBaA

apyrux niogen
|

MPELOK C HOBbLIM wyTaLms |

FEHETUYECKMM

3ABONEBAHVEM { KPOCCUHIOBEP XPOMOCOM
~30 cMexHbIX | HA MIPOTSDKEHIM 400 MOKONEHNV
SNP Takue xe,

+ (~10 000 NET)

f
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Kak 1 y npeaka

rannoTmnHbIi COBPEMEHHbIV MOTOMOK
Grok C FTEHETUYECKNM 3ABOJIEBAHVNEM

31 SNP (2071y6b1€) OTIMHAIOTCS, 4OCTANNCh OT XPOMOCOM CyNpyros

BbIBO: MYTALIMA B F'EHE 1 BbISBAJIA 3TO 3ABOJIEBAHNE

Puc. 8.59. OtcnexknsaHue HacnegosaHus SNP B npegenax rannotunHoro 610Ka ans N10KaAu3aLmm Bbi3biBato-
wiero 3aboneBaHue reHa. MpegoK, NprobpeTLLnii Bbi3biBatoLLYO 3a601eBaHNe MyTaLmio B reHe 1, nepesact ee
CBOMM MOTOMKaM. YacTb 3TOro reHa pacnosioKeHa B ranjoTMNHOM 6/10Ke (KpacHas WwmpuxoeKka) — Knactepe
Bapuaumii (okono 30 SNP), KoTopbIit HacneLoBaACcA OT NpeaKa HenpepbiBHO. 3a 400 NOKONEHU, OTAENAOLLMX
npezKa oT COBPeMeHHbIX NOTOMKOB, HecyLLmx 3abonesaHume, SNP, pacronokeHHble B 60/bluei YacTu NPesKoBoM
200-TbICAYHOM HYKNEOTUAHOM NOCNeA0BaTeNbHOCTU, B FEHOME MOTOMKA BblM nepeTacoBaHbl MENOTUYECKOM
pekombuHaumeli (2o1y6od). (OTMETUM, YTO NepPeKPbIBAHME KENTbIX U KPACHbIX Y4aCTKOB BbIIIAAUT OPAHH(EBbIM,
B NepeKpbIBaHME ¥KeTbIX U ronybbix — 3eneHbim.) OgHako 30 SNP 8 rannotmnHom 610Ke Hacie[0BaIMCh BMECTE,
MOCKO/IbKY OHM HUKOTAA HE y4acTBOBa/IM B KPOCCUMHroBepe. YTobbl 10KaNM3MpoBaTh reH, Bbi3biBatoLLmi 3abone-
BaHWe, HeobxoaMMO NpoaHann3npoBaTh pacnpegeneHme SNPy 6onbHbIX Atoael. Yenosek, CTPafatoLWmMii STUM
HacneaCTBEHHbIM 3a60/1€BaHMEM, COXPAHUT NpeaKoBoe pacnpesaeneHne SNP, pacnonoXKeHHbIX B MOKa3aHHOM
rannaoTunHom 6noKe. B pesynbTtate byaeT NOKa3aHO, YTO BbI3blBatOLWAA 60N1€3Hb MyTaLMA NIEXKUT B Npeaenax
ranaoTunHoro 6,10Ka, To ecTb B reHe 1. M3A1LecTBO MCNO/1b30BAHMA KapT rani1oTMNOB 415 TaKOro poaa aHaAu3a
COCTOMT B TOM, YTO HYXXHO MCCNea0BaTh TObKO YacTb Bcex SNP: ana nokanmnsaumm reHa HeobxoaMmMo NpoBecTu
nouck cpeam npumepHo 10% ot 3 mmunanoHoB nonesHbix SNP yenoseyeckoro reHoma.

HOCTb ee OT/IeJIeHHs] OT COCE[IHUX Bapualliii MmyTeM pPeKOMOMHAIMKM BO BpeMs Meiioza
CTaHOBMJIACH BCE BDIILIE.

HoBast aziesib MOKeT GbICTPO PACIPOCTPAHUTHCS B TOMYJISAIMH, TOJBKO €CJIU OHA
obecriednBaeT OpraHusMy Kakoe-HUOY /b 3HAYUTeIbHOE MpenMyIiecTso. Hampumep, Moryt
GbITH OTOGPAHDBI MyTAIIMU WM BAPUALIMH, KOTOPBIE JEAl0T OPraHuaM GoJiee yCTOUNBbIM
K MHQEKIUAM, OCKOJIbKY TaKHe OPraHu3Mbl UMEIOT GOJIbIIE MIAHCOB BBIKUTH U IEpe-
JlaThb MyTallMIO CBOEMY TIOTOMCTBY. PaGorast ¢ KapraMu TamjioTUIIOB OT/AEJTbHBIX TEHOB,
nccseioBare i OOHAPYKIIN BEPOATHBIN OTGOP ABYX TAaKMX YeJOBEYECKUX TEHOB, OT-
BEYAIONINX 32 YCTONYMBOCTD K MAJISPHU. ITH AJJIeJH, CHUKAIOIINE BOCIPUIMYNBOCTD
K GOJIe3HH, IITUPOKO PACIIPOCTPAHEHDI B MOMYJISINE, HO OHI PACIOIOKEHbI B HEOOBIYHO
KPYIHBIX FaIIOTUIHBIX GJI0KaX. DTO YKa3bIBaeT Ha TO, YTO OHUM BOZHUKJIM B YeJIOBeYe-
ckoM rerodonze Hegasao (puc. 8.60).
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OTKpBIBas MyTH, IO KOTOPBIM 3BOJIOIMOHNPOBAJ Y€JI0BEK, KapThI TATLJIOTUIIOB TI0-
3BOJISAIOT 3alJIAHYTb B Hallle IIPOIILIOE; MOMOras HaM OTKPbIBAThb I'eHbl, Jesaiolue Hac
BOCIIPUUMYUBBIMY WM YCTOUYUBBIMU K 3a00JIEBAHUSIM, KapThl TAKXKE MOTYT /IaTh HaM
[IPUMEPHbBIE CBEJIEHNS O HaleM Gy/IyIIeM.

8.5.9. Ha cnoxXHble npu3sHaKn BNNAET HeCKOJNIbKO reHOB

Y mpodeccnoHambHOTO THAHUCTA MOKET OBITh TeTs, Wrpaonias Ha CKPHUIIKE.
B nipyroii ceMbe Bce pOUTENN U JIETH MOTYT ObITh TOJICTBIME. B Tperbeii ceMbe 6abytika
MOKeT OBITh AJTKOTOJMYKON, a ee BHYK YHOTPeOJIsATh HApKOTHKH. [/l0 KaKoii crenenn aTu
XapaKTePUCTUKU — MY3bIKAJIbHbIE CITOCOOHOCTH, OJKUPEHHE U 3aBUCHMOCTb — TEHETHU-
Yeckn HacaeayioTca? Ha aToT Bompoc o4yeHb CJI03KHO OTBeTHTh. HekoTopble mpusHakn
n 3a60JIeBaHNs XapaKTEPHBI /IS ONPEIETeHHBIX CeMeil, HO MPOSIBJAIOTCS TOJBKO
Y HEKOTOPBIX POJICTBEHHWKOB WM 6€3 OYEeBUIHON JIOTHKH.

XapakTepucTuKu, He CJIeyonme IPocTbiM (MHOT/1a HA3bIBAEMBIM MEH/IEIEBCKUMI )
MPUHIATIAM HACJE0BAHUS, HO 06JIa/IAf0NINe HACTeICTBEHHBIM KOMIIOHEHTOM, HA3bIBAIOT
CJIO’KHBIMHU NPH3HAKAMU. OTH TIPU3HAKK YacTO MOJHMI€HHBI, TO €CTh Ha HUX BIMSIOT

a) pasmep ranoTunHoro 6noka, OKpy>KatoLiero TUMNWYHBIA annenb

annenu rexHa 1

awcwsa A |10 N0000N0000N0R0000000CRDNOA00OTHRRI0 N ONDNOONONOON
awwsvsie (|| NJI0NI00000000000000000 SR O0000TIRRDNON0R0R00N0NN]
awwevn S | 1R JNDNO0O000000000000CRDNOR0 ORI NDNOO0NOONOON

e —

rannoTUnHbIN 6ok
nHaneuayansHbie SNP

6) UCKMIOYMTENBbHO KPYMHBIV ranmoTUMHbIN B10K, OKpyXatoLwmin ocobblvi annenb reHa 2

reH 2

v (000N ACHEECACEO ! CACNMRACCACECCRDNNA D 0AC
wswess 00 CACHCENCEINO AN OCE A 00 0000C
wenvon 2] 0 SRENCTENCENO O CNCTRRNACINCCE AN 000000

rannoTunHbIN 6ok

Puc. 8.60. UaeHTUdUKauua annenei, oTobpaHHbIX B OTHOCUTE/IbHO HEAABHUIA Nepuos YenoBeyecKom
MUCTOPUU, NO HEO6bIYHO KPYMHbIM Fan/IoTUNHbIM 6710Kam, B KOTOPbIX OHU PacnoioKeHbl. Ha gaHHOM cxeme
SNP nokasaHbl BEPTUKaAbHbIMWU MOI0CAMM, KOTOPbIE OKPALUEHbI Hes16IM NN YepHbIM B 3aBUCUMOCTU OT UX
nocnegosatenbHocT AHK. fannotunHble 6/10KM NOKa3aHbl KPACHbLIM, TEHbl — XE/MbIM, OCTajIbHblE YacTU
XPOMOCOMbI — 20s1y6bIM. ITW faHHble TOBOPAT O TOM, YTO JaHHaA anneNb reHa 2 BO3HWKAA OTHOCUTE/IbHO
HeZ,aBHO B Ye/I0BEYECKON UCTOPUMU.
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HECKOJIbKO TEHOB, KaJK/Iblil M3 KOTOPbIX BHOCUT BKJIAJ B PE3YyJbTUPYIOMUi (peHoTuir.
BinisgHize 9TIIX TEHOB aIUTHBHO, BCE BMECTE 9TH I'€HbI CO3/A0T HEIPEPHIBHBINA CIIEKTD
BapbUPYIONINX XaPAKTEPUCTUK TomyJsiiu. [lepesady MOTOMCTBY OT/IEIbHBIX T'€HOB,
BHOCSTINX BKJA B MOJUTEHHBIH MPHU3HAK, JIETKO OTCIEANTb, HO TTOCKOJBKY OHU BCE
BJUSTIOT Ha (DEHOTHTI, TPUHIMITEI (HOPMUPOBAHUS HACJEICTBEHHBIX MPU3HAKOB YaCTO
OBbIBAIOT OYEHD CJIOKHBIMIU.

TIpocThbIM IPUMEPOM HMOIUIEHHOTO IIPU3HAKA SBJISIETCS 1IBET IJIa3, KOTOPbII oIpe/ie-
JISTIOT (pepMeHTbI, YIPABJISIONIME CHHTE30M 1 PacIipe/ieJieHUeM ITUIMEHTa MeJTaHUHA: YeM
6oJIbIIle CUHTE3UPYETCsT MeJIAaHUHA, TeM TeMHee 11BeT rJia3. [lockosbky B hopMupoBanuu
MeJIaHIHA 33/IeHCTBOBAHO MHOKECTBO T€HOB, I[BET TJIa3 y JIojieil OUeHb CUITbHO N3MEH-
ercst: oT GJIeIHO-CEPOTO JI0 MIOKOJIAIHO-KOPHYHEBOTO.

HecMmotpst Ha TO uTO 3a60JI€BaHMsI, BBI3BAHHBIE MYTAI[MSIMU €IMHCTBEHHOTO TeHa
(HanpuMep, CeproBUIHO-KJAETOYHAS aHeMust 1 reModuins), ObLIN OJHUMH M3 TIEPBBIX
OTKPBITBIX HACTETYEMbIX (DEHOTHUITOB YETOBEKA, JIUIITh MaIast 4acTh TIPU3HAKOB OTpe/Ie-
Jigercst ofHuM TenoM. Hambostee oueBmjIHbIE YemoBeuecKre (DEHOTHUTIBI — OT POCTa, Beca,
1[BETA TJ1a3 1 BOJIOC JI0 MHTEJIEKTa, TeEMITepaMeHTa, OOTIUTETBHOCTH 1 TyBCTBA IOMOPA —
SIBJISIIOTCS ITPOJLYKTOM B3auMojieiicTBisl MHOTUX reHoB. Celfyac ¢ yBEPEHHOCTBIO MOKHO
CKaszarb, YTO IIPEIPACIOJIOKEHHOCTh K HamOojee PacIpOCTPAHEHHBIM YeI0BEUECKIM
3a6o/IeBaHIsIM, TAKUM Kak Auaber, cep/edrbie OOIE€3HM, BBICOKOE KPOBSIHOE /[aBJIEHNE,
aJUIeprii, acTMa M Pas/idyHble MCHXUYECKHe PaCCTPONCTBA, BKJIOYAS CEPbE3HbIE Jie-
rpeccun 1 Mu30(PEHIo, TAKKe OIPe/eJISIeTCsl HECKOIbKUMU reHamu. VccseoBaresn
UIIYT HOBBIE TTO/IXO/TBI, BKJIIOYAST MCTIOB30BAHNE PACCMOTPEHHBIX BBIIIE KapPT TATIOTH-
OB, JUTST TOHUMAHUS CJIOMKHBIX B3aNMOJIEHCTBIIT MEK/TYy TeHAMHU, PA0OTAIONINMI BMECTE
JUIST CO3JTaHUST MHOTUX <«YHCTO YeJIOBEYECKIX» ITPU3HAKOB.

8.5.10. O6paTHas reHeTMKa HaYMHaEeT C U3BECTHOrO reHa v onpepenser
KNeTOUYHbIN Npouecc, B KOTOpom Heob6xoammo ero pyHKUMOHNpoBaHue

Kax mokasano Bbllile, KJIACCHYECKAsT TEHETHKA HAYMHAET C MYTAHTHOTO (heHOTHITA
(wmu, B ciyyae Jrozieit, HaGopa PU3HAKOB) U UAEHTH(UIMPYET OTBETCTBEHHbIE 32 HETO
myTaruu (a 3areM u rerbi). Metosbl pekomGunantabix JTHK B coueranuu ¢ cekBeHupo-
BaHUEM I'eHOMa Cc/1eJ/1aJil BO3MOKHDBIM ,[[pyl"OIL/,I THUITI TEHETMYECKOTI'O IMoAX0/1a. Bw™mecto Toro
IITOé])I Ha4YMHaTb ¢ MYTAHTHOTO OpTraHM3Ma 1N MUCHOJIb30BaThb €ro [AJid HaXOXKAEHUA IreHa
u GeJIKa, MCCIeIoBaTelb MOKET HAYATh C OIPE/IETTEHHOTO TeHa U JIeJIaTh B HEM MyTaliH,
CO3/1aBast MyTaHTHBIE KJIETKH WJIM OPTAaHU3MBbI /IS aHam3a GyHKImn reHa. [1ocKoIbKy
TaKkon IIoAX0/4 ABUKETCA B OépaTHOM HallpaBJIEHNW IO OTHOMICHUIO K TPpaJAUIIMOHHbIM
TeHEeTHYECKIM M3bICKAHNSIM, [BUTASICh OT TeHa K MyTaIsiM, a He Ha060POT, €ro 4acto
Ha3bIBAIOT OOPATHOI T€HETHUKON.

OGparHasi TeHeTHKA HAYMHAET ¢ KIOHNPOBAHHOTO TeHA, BBIIETEHHOTO U3 KIETKN OeJTKa,
00JTa/TAIONITEr0 MHTEPECHBIMI CBOHCTBAMI, HJIH TIPOCTO € TEHOMHOIT rociejoBarebHocTH. Ecmi
HAYAIBHOI TOYKOIT CIYKUT GEOK, CHAYATA HEHTH(MHUIIPYIOT KOANPYIOIII €70 TeH 1, eCJIi
HEOGXO/IMMO, ONPEJIEISTIOT €r0 HyKJIEOTHIHYIO MOC/Te0BATENBHOCTD. 3aTeM ISl CO3/AHTsT
MYTaHTHOI BEPCHH TTOCJIE/[OBATEbHOCTD TeHa MOYKHO M3MEHUTD in vitro. Takoil cCKoHCTpyH-
pOBaHHbIﬁ MyTaHTHle/JI TeH BMeCTe C NOAXOJAIIUM PETYAATOPHBIM YYAaCTKOM IMEPEHOCAT
B KJIETKY, T/Ie OH MOJKET BCTPOUTHCST B XPOMOCOMY, CTAHOBSICh IIOCTOSIHHOMN YaCThIO TeHOMA.
Bce notoMku MoMUITPOBAHHON KIeTKH OYIyT CO/EPsKATh MYTAHTHBIIN TeH.

Ec/m nexo/iHOI KIIETKOIA, MCTIOIb30BAHHOI /IS TepeHoca reHa, GbLIa OTI0I0TBOPEH-
Hast STATIEKJIETKA, TO MOKHO TOJIYYHTD IEJTbIil MHOTOKJIETOYHBIN OPraHu3M, COAEPIKaIil
MYTaHTHBIN Te€H, IPU YCJOBUM, YTO MyTallsl He SBJISETCS JIeTIbHOI. B HeKoTopbIxX
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M3 TAKUX SKUBOTHBIX N3MEHEHHDII IT'€H BCTABJISIETCS B ITPEIITIECTBEHHNKN TaMeT, TI03BOJISIS
MYTaHTHOMY T€HYy Tlepe/laBaTbCs MOTOMCTBY. TaKoil Mo/IX0/1 Ha3bIBAETCS 2eHepAMUEHOU
Mymavuerl.

8.5.11. TeHbl MOXKHO KOHCTPYMPOBaTb HECKONIbKMMU cnocobamn

MbI BUJIeH, YTO OTCYTCTBUE OTIPEIETEHHOTO FeHa Y MyTAaHTHOTO OPTaHU3Ma MOXKeT
ObICTPO yKa3aTbh Ha (DYHKIMIO KOIMPYEMOTO 9TUM TeHoM Oenka. [loatomy <«HOKayT»
TE€HOB, TIPH KOTOPOM 00€e KOIWU TeHA B JIUILIONHOM OPTaHW3Me WHAKTUBUPYIOTCS WJIH
VIQISIOTCS, SBJISIETCS 0COOEHHO TOJIE3HBIM THIOM MyTain. OJHAKO CYIECTBYET ellle
OrPOMHOE MHOKECTBO JIOCTYITHBIX HKCIEPUMEHTATOPaM CHOCOOOB MEPECTPOIKH T'€HOB.
Hanpumep, naMensst nepeji BCTaBKOi TeHA B TEHOM €0 PETYJISATOPHBIN y4acTOK, MOKHO
CO3/IaTb MYTAHTHBII OPraHU3M, B KOTOPOM TPOYKT reHa GY/IeT CHHTE3UPOBATHCS B aHO-
MaJIbHO GOJIBIINX KOJIMYECTBAX, B JIPYTON TKAHU MM B HEMPABHUJIBHBIN TIEPUO/I PA3BUTHUS
(puc. 8.61). Tlomeriast TeH MO/T KOHTPOJIb UHOYUUPYEMOZO NPOMOTOPA, MOKHO BKJIIOYATH
U BBIKJTIOUATh €ro B Jo60il MOMeHT, Habmomas BbI3biBaeMble 3THM addertor. MHym-
pyeMble IPOMOTOPBI, PAGOTAIONINE TOIBLKO B OINPE/IeJIEHHON TKAH!, MOXKHO UCIOJIb30BaTh
JUISE MCCJIe/IOBAHUS BIUSAHUS akThBaiiui (MM MHAKTUBAIMK) TeHa TOJBKO B 9TOH TKAHHU.
Haxowert, doMuHanmHo-nezamusHvle MyTallui 4acTo TIPUMEHSTIOT B CJTydae OPraHi3MoB,
JI7IST KOTOPBIX BBe/IEHIE HOBOTO N3MEHEHHOTO TeHA B TEHOM ITPOIILE, YeM 3aMeHa Y3Ke CyIie-
CTBYIOIMX. B IOMUHAHTHO-HETATUBHOM IO/IXO/IE UCTIOJIB3YETCsT TOT (DAKT, YTO GOBITHHCTBO
6ekoB (DYHKIIMOHUPYET B cocTaBe GOJbIIMX GENTKOBBIX KOMILTEKCOB. BriioyeHue Bcero
OJTHOTO HEe(DYHKITMOHUPYIOIIEr0 KOMITOHEHTA YACTO MHAKTHBUPYET TaKie KOMILJIEKChI. TakuM
06pa3oM, KOHCTPYHPYSI TeH, MAIONHil OOIbIIe KOJIMYECTBA HEAKTHBHOTO, HO CIIOCOOHOTO
BCTPOHTHCS B KOMILJIEKC MyTAHTHOTO GEJTKA, YaCTO MOTYYAIOT KJIETKH, B KOTOPBIX KOMILTEKCDI
He (DYHKIMOHUPYIOT [ake B TPUCYTCTBUKM HOpMabHOro Geska (puc. 8.62).

[Tpu o6CysRIEHNH KJIACCHYECKON TeHETUKU MbI OTMeYaJIH, e/ GeJIOK HeoOXO0uM
JUISL BbIKUBaHus KaeTku (MM OpraHusMma), T0 JOMUHAHTHO-HEraTUBHbBIA MyTaHT Gyaer
HEKN3HECTTOCOOHBIM. B pesysbrate (yHKIMIO GesKa YCTAaHOBUTH GY/IET HEBO3MOXKHO.
Uro6bl ata ipobJeMa He BO3HUKAIA B 0OPATHOI reHeTHKe, MOYKHO CIIETUTD MYTaHTHbIH
TeH C MHYIIUPYEMBIM TPOMOTOPOM. DTO TIO3BOJIUT CUHTE3UPOBATD J€(DEKTHDBII MTPOIYKT
reHa TOJIBbKO <TI0 KOMaH/Ie», HATIPIMED, B OTBET Ha TIOBbBIIIIEHNe TeMIIEPATYPBI UJIH B TIPHU-
CYTCTBUU OITPEJIETIEHHON CUTHAIBHONU MOJIEKYJIbI.

[Tpu uzyuennu paGoThbl reHa ¥ KOJUPYEMOTO UM
6esika He BCeT/Ia HY’KHO TIPOM3BOJIUTD CEPhe3HbIE 13-

MeHeHUsI, TaKkie Kak 3a0MBaHMe KJIETKH OTPOMHBIME
KoJimuecTBaMu OeJIKa WJIN MOJTHOE Y/IaJleHue TIPOIyKTa
rera. VHOr1a IOJT€3HO JIes1aTh HeOOIbITTNe M3MEHEHUST
B GEJTKOBOIT CTPYKTYpE, TTO3BOJISIONINE HAYATD AaHAJIH-
3MPOBATh, KaKue 4acTh GeKa BasKHDI [T €10 (PyHK-
[MOHNPOBAHUST. AKTHBHOCTb (pepMeHTa, HarpuMep,
MOKHO MCCJIE/IOBATD ITyTeM U3MEHEHUST e/IMHCTBEHHOI

Puc. 8.61. 9KTonuuyeckasa HenpaBuibHas akcnpeccusa Wnt, curHanb-
Horo 6eKa, BamAoLLEero Ha popmmpoBaHUe OCU TENA B PAHHUX IM-
6puoHax Xenopus. B naHHOM aKkcrnepumeHTe MPHK, KogupytoLuyto
Wnt, BBe/IM B BEHTPA/IbHbIN BErEeTaTUBHbIN 61acTomep, 4To NpuBesno
K dopmupoBaHuio BTopoit ock Tena (cm. rmasy 22). (M3 S.Sokol et al.,
Cell 67: 741-752, 1991. C ntobe3Horo paspelueHus Elsevier.)
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HOpMaribHbI Genok KOMMeKc KOMMIIEKC
B KOMMNrekce MyTaHTHOro MyTaHTHOro 6enka
bernka 1 HopMmanbHoro bernka
AKTUBHbIV HEAKTVBHbIN HEAKTV/BHbIN

Puc. 8.62. loMMHaHTHO-HeraTMBHoOe geiictBue 6enka. Co3gaH KoAMPYOLWMIA MyTaHTHbIN 610K reH, KoTopbIit
NpPenATCTBYeT HOPMaJIbHbIM KOMUAM TOTO e 6e/1Ka BbINOAHATL CBOM GYHKLMK. B NnprBeseHHOM NPOCTOM Npu-
Mepe HOPMaIbHbIN GENOK CTAHOBUTCA aKTUBHbIM TO/IbKO B COCTaBe KOMIMJ/IEKCA, @ MyTaHTHbIV 6enok 610KkmpyeT
bYHKUMIO, POPMUPYSA CMELLAHHbIN HEAKTUBHbIN KOMMNIEKC. TakMM 06pa3om, e4MHCTBEHHANA KOMUA MyTaHTHOTO
reHa B 106oM MecTe reHoMa cnocobHa MHAKTUBMPOBATbL HOPMA/IbHbIE MPOAYKTbI APYrUX KOMUI reHa.

AMUHOKHUCJIOTBI B €r0 aKTUBHOM caiire. /[y Takoil ToHKoi nepectpoiiku renos (u, cie-
JI0BATEJIbHO, UX OEJKOBBIX MPOAYKTOB) HEOOXOAMMBI CIEIUAIbHbIE METOABL. IIepBbIM
11aroM 4yacto ObIBaeT XuMu4eckuil cunrte3 KopoTkoit mosekysbl [IHK, comepskarieit
HY>KHBIII M3MEHEHHDBIN YIaCTOK HYKJEOTHIHOU TOCJIeI0BATENbHOCTH TeHa. JTYy CHUHTe-
THYECKYIO osuronykaeotunyio JJHK ru6puausyior ¢ ofHOIENOYe Hol maa3MuTHO
JIHK, coxepskaiieii mocie/joBaTeIbHOCTb, KOTOPYIO HEOOXOJMMO M3MEHUTD. Y CJIOBUS
rEOPUIN3AINN TI03BOJISIOT CIIAPUBAHIE YaCTUIHO KoMiLieMeHTapHbix 1ierneit JJHK. Cun-
TETUIeCKUl OJTMTOHYKJIEOTH/] CTaHeT mpaiiMepoM At cuaTe3da JHK JIHK-mommnmepasoii.
B pesyabrare mosyuntca asoiiHas cnmpanb [JHK, Hecymas B ogHOl u3 1eneil nzme-
HEHHYTO MOC/IeoBaTeibHOCTb. [locse Tpancdekium momyyaioT Iia3Mu/ibl, cojlepsKariue
TIOJTHOCTBIO MOAMMDUIIMPOBAHHYIO TTOCAEIOBATETBHOCTD TeHa. 3areM u3MeHennyio /[JHK
BBOJSAT B BEKTOP O9KCIIPECCHH, YTOOBI T€PECTPOEHHbIN OeJIOK CHHTE3NpPOBATh B COOT-
BETCTBYIOIEM THIIE KJETOK U MOJAPOOHO HCcenoBarh ero (yukimio. Takoil MeTosn us-
MeHEHMS] AMUHOKUCJIOTHBIX OCTATKOB B GeJiKe, HOCSIIMI Ha3BaHUe CalT-HaNpPaBJI€HHOTO
MyTareHesa, mo3BOJIgeT TOYHO OIIPeIe/INTh, KaKie YIaCTKHU MOJUIEeNTHIHON el UTPAIOT
KJIIOUEBYIO POJIb B CBOPAUYNBaHUK GEJIKOB, UX B3aMMO/IEHCTBUU C JIPYTUMU MOJIEKYJIAMU
i B epMeHTatuBHOM Katasuse (puc. 8.63).

8.5.12. MoaundunumnpoBaHHbIe reHbl MOXXHO BBOAUTb B 3apoAbllleBble
NNHUN MHOTFUX OPraHN3MoB

W3menennble TeHbI MOKHO JIOCTaBUTh B KJIETKH HECKOJIbKIMHU criocobamu. JTHK
MO>KHO BBOJUTD B KJIETKU MJICKOIIMTAIOIINX IIyTeM MUKPOUHDBEKIUH CTEKISTHHOW MUKPO-
MUIIETKOH MM Yepes BUPYC, HeCYIii 4ysKepo/iHble FeHbl. B KJIeTK! pacTeHuil reHbl 4acTo
BBOJIAT MeTO/IOM GoMOapAupoBKN wactuiiamu: o6pasipl JIHK Hanocar Ha maneHbkue
30JI0Tble TPaHyJIbl, KOTOPBIMU 3aTeM B IIPSMOM CMBIC/I€ BBICTPEJNBAIOT U3 CHEMATIbHO
MOM(PUITTPOBAHHOTO TIUCTOJIETa, TIPOGHBAS KIETOUHYIO CTEHKY. JIeKmponopayust — 3To
npenMyiiectBennbiit Meto/| BBeenust JJHK B Gakrepun u HEKOTOPbBIE JIPYTH€e KJETKH.
B nanHOM mojaxoje KOPOTKUI 2JEKTPUYECKHIT Paspsi/i BPEMEHHO JieJlaeT KJETOUHYIO
MeMOpaHy TPOHMITAEMOH, T03BOJIsIA dysKkepoHoi JJHK nmpuHUKHYTH B IUTONIA3MY.

B ommure ot BbICIIHX 9yKapuoT (MHOTOKJIETOUHBIX U JIUILIOW/IHBIX ), Gakrepuu,
JIPOKSKH 1 KJIETOUHbI cn3eBUK Dictyostelium o6bIaHO CYIIECTBYIOT B BU/IE TATLION/THBIX
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NNasmMUaHbIN KIIOHNPYOLLWIA BCTaBIEHHbI

BEKTOp HOPManbHbIV reH
a ctg !
GAC
PASOENEHNE
LIEMNEN Gec

CUHTETMYECKas ONUTOHYKIeoTUaHasN
3aTpaska, cogepKaLlas Hy>XHyto
MYTaHTHYIO MOCNEeA0BaTENbHOCTD

6) cTG
GG

3ABEPLUEHVE LIENW
[HK-MONMMEPA3OW
1 AHK-NIMTA30M
8) eTe
Gt

BBEJEHVE B KIETKV/ C MOCNEQYIOLWEN
PEMIMKALMEN N PACXOXOEHWMEM
MNA3MAA NO AOYEPHUM KNETKAM

e) GTG GGG
GAC GCC
‘TPAHCKPVII‘IL[I/IH ¢ TPAHCKPUMLWA
5 GAC 3/ 5 GCC 3/
LTPAHCHFILU/IH ¢ TPAHCIIALMA
Asp Ala
CUHTE3MPYETCA HOpMaribHbIi 6enok CMHTe3npyeTcs Genok, y koToporo

n3MeHeHa ogHa Tpeﬁyemaﬂ aMunHokucnoTta

Puc. 8.63. Ucnonb3oBaHMe CUHTETUYECKMX OJIMFOHYKNEOTUAO0B ANA mogudukaumm Kogupytowero 6enok
YyUYacTKa reHa MeToA0M CaiT-HanpaB/lIeHHOro myTareHesa. (@) PekombuHaHTHaA Nnasmuaa, coaepikalan
BCTaBKY reHa, pasgensetca Ha age uenu AHK. CUHTETUYECKWIA ONIUTOHYKNIEOTUAHDIN NPaiMep, KOMIeMeH-
TapHbIM YaCTU NOC/EA0BATENBHOCTU FEHA, HO COAEPMKALLMIN OANH USMEHEHHbIN HYK/1IeoTUA, B onpeaeseHHoM
TOYKe, f06aBNAIOT K ogHouenodeyHolr [HK B ycnoBuax, 4ONYCKaOWMX HeMAeanbHyo rmbpuamnsaumio (cm.
puc. 8.36). (6) Mparimep rmbpuamsyerca ¢ AHK, co3gasas ogHy HEKOMNIEMEHTAPHYIO HYKNEOTUAHYIO Napy.
(8) PEKOMBMHAHTHYIO N1A3MMAY AENAlOT AByXLEenoYeyHon nytem cuHtesa AHK in vitro (HaumMHas ¢ nparime-
pa) » nocneaytowero clwmeaHma paspbisos AHK-aurason. (r) AsyxuenodeuHyio [JHK BBOAAT B KNeTky, rae
OHa penanumpyercsa. Penamnkaums, UCronb3ylowan ogHy U3 Lenei B KayecTse WabaoHa, AaeT HOPMasbHYHO
monekyny JHK, HO pennukauma ¢ Apyroi Lenbio (Toi, KoTopasa coaepuT nparimep) gaet monekyny AHK,
HECYLLYIO HYXHYI0 MyTaumio. ToNbKO NOMOBMHA K/IETOK-MOTOMKOB ByAeT coaep»aTb MAasMmuay C HYXKHbIM
MYTaHTHbIM reHoM. OHaKO KNeTKy-NoTOMKa, 061a4atoLLyo MyTaHTHbIM FEHOM, MOXKHO MAEHTUOULMPOBATD,
OTAE/IUTb OT OCTasIbHbIX KNETOK U KY/IbTUBMPOBATb A5 NMONYYEHMS YUCTON NONYAALMM KNETOK, HECYLLMX MyTa-
umto. MoKasaHO TONbKO OAHO U3MEHEHME, KOTOPOE MOXKHO CO34aTb MPU NOMOLLM AaHHOro meToaa. Mpwu no-
MOLLY O/IUTOHYKNEOTUAOB C COOTBETCTBYIOLLLEN NOCNEA0BATENBHOCTLIO MOXKHO 32 pas Aenatb 60/blue ofHOM
AMWHOKMCNOTHOM 3aMeHbl, @ TaKXKe BCTaBATb UM YAANATb OAHY AN HECKOIbKO aMUHOKMCNOT. Ha pucyHKe
He NOoKa3aHo, HO MOKHO CO3aBaTb CanT-creundUYecKme MyTaLLMm NPU NOMOLLY COOTBETCTBYHOLLIMX O/IUTOHY-
Kkneotnaos v MUP ana amnandukaumm myTaHTHOTO reHa (BMecTo penivkauumn naasmua,).
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OJIMHOYHBIX KJIETOK. B aTnX oprann3max NCKyccTBeHHO BBeAeHHas Mosekyia /JTHK, necy-
11{asi MyTaHTHbIN I'€H, C OTHOCUTEIBHO OOJIBIION YaCTOTON MOJKET 3aMEHUTD €INHCTBEHHYTO
KOTIHIO HOPMAJIBHOTO TeHa TTyTeM TOMOJIOTHYHOI PEKOMOMHAITNN; CIeI0BATEHHO, JIETKO
HOJIyYAIOT KJIETKU, B KOTOPbIX HOPMAJIbHBII TeH 3aMeHeH Ha MyTaHTHbIil (puc. 8.64, a).
TaxnM 06pazoM, MOJKHO CO3/IaBaTh KJIETKH, Y KOTOPBIX OTCYTCTBYET ONpee/eH bl Oe-
JIOK W CHHTE3UPYeTCs ero ajbTepHatuBHasA hopMa. Bo3MOKHOCTD TPOBOANTD MPSAMYIO
3aMeHy TeHOB B HU3MINX 3yKapHOTaxX B COUETAHNM € 3(P(MEKTUBHOCTBIO CTAHIAPTHBIX
METO/IOB TEHETHYECKOTO aHAJIN3a B 9THX TAIJIONIHBIX OPraHn3Max B 3HAYUTEJbHON CTe-
MeHN 00BSCHSIET, TIOUeMy MCCJIe/JOBAHNS HTHX TUTIOB KJIETOK TaK BaYKHDI /IS TOHIMAHMUST
MEXaHM3MOB KJIETOUYHBIX TIPOIECCOB, CBOHCTBEHHBIX BCEM AYKapnoTaM.

8.5.13. MO>XHO N3MeHATb reHOM XVNBOTHbIX

Taxke BO3MOKHO T00aBIATh M 3aMEHATb TEHbI B JKUBOTHBIX 1 PACTEHUAX, HO METO-
JIOJIOTUSL B 9TOM CJlydae cJoxkHee. 7KUBOTHDIE U pacTeHust, reHeTH4ecKy MoAnUIupoBat-
HbIE [T0OCPE/ICTBOM BCTABKH, y/IJEHHS WX 3aMelIeHUS] TeHOB, HA3bIBAIOT TPAHCTEHHBIMHU
opraHusMamMu, a JoOble 4y;KepojHble WJIN M3MEHEHHbIe TeHbl — TPaHCTeHaMu. Mol
CKOHIIEHTPHPYEM Hallle BHUMAaHWe HA TPAHCTEHHBIX MBIIIAX, TaK KaK B 9TOH objacTu
JIOCTUTHYT orpoMHbIii iporpecc. Ecim mosexysry JIHK, Hecytyo MyTaHTHBII MBITITIHDIH
TeH, TIePEHECTH B KJIETKY MBI, OHA OOBIYHO BCTPAMBAETCS B XPOMOCOMY CITy4aifHBIM
o6pa3oM, HO IIPUMEPHO OJUH Pa3 U3 THICSUYM OHA 3aMellaeT OJHY WJIM JB€ KOIMU HOP-
MaJIbHOTO TeHa TyTeM TOMOJIOTMYHON pekoMOuHatuu. [1oab3ysach aTuMu peikuMu CJIy-
YasgMU HATIPABJIEHHOTO BO3/IENCTBIS HA TEHbI, OO0 KOHKPETHBIN I'eH B KJETKE MBI
MOZKHO TTyTeM MPSIMOI 3aMeHbI KI3MEHNTDb UM MHAKTUBUPOBaTh. B TakoM ocoboM ciyuae,
Kor/a o6e KOTTUM WHTEPECYIONIeTo reHa TOHOCTHI0 MHAKTHBUPOBAHDI NN yIATEHDI, TT0-
JIyUUBIINXCS] JKUBOTHBIX Ha3blBAIOT <HOKAYTHBIMU» MbIIIAMU.

HOPMATBHBIV FEH X

1
3AMEHA «HOKAYT» JOBABJIEHNE
FEHA FEHA FEHA

f / f

* HET aKTUBHOTO + *
aKTUBEH TOJSIbKO MYTaHTHbIV reH reHa HOPMarbHbI U MyTaHTHbIA reH aKTUBHbI
a) 6) 8)

Puc. 8.64. 3ameHa, HOKayT u aobaBneHune reHoB. [117 cO34aHUA TPAHCTEHHOTO OPraHM3mMa HOPMasbHbIN reH
MOYHO U3MEHWUTb HECKOIbKMMM cnocobamu. (a) HopmasnbHbil reH (3es1eHbill) MOXKeT BbITb NOAHOCTLIO 3ame-
LLeH ero MyTaHTHOW Konuew (KpacHas). 3To No3BONAET NONYYUTb MHGOPMALMIO 06 aKTUBHOCTU MYTaHTHOTO
reHa 6e3 BmelLaTeIbCTBa HOPMa/IbHOTO TeHa, U, CIEA0BaTENIbHO, MOXHO HabtoaaTb SPdEKTbI MaNeHbKMUX
MyTauuii. (6) HopmanbHbIM reH MOXKHO MOJIHOCTBIO MHAKTUBMPOBATb, HANPUMEP, CAeNaB B HeM 6onbLUyO
aeneupmio. (B) MyTaHTHbIV reH MOXHO NPOCTO f06aBUTb B reHOM. [19 HEKOTOPbIX OPraHU3MOB 3TO CaMblit
NPOCTOM B UCMONHEHWUW TUMN FEHETUYECKON UHXKEHePUU. TaKoM NoAX0A, MOXKET AaTb NOE3HY0 MHGOPMALLMIO
B C/lyYae, Koraa BBEAEHHbIN MyTaHTHbIV reH nogasnseT pyHKLMOHMPOBAHME HOPMAsIbHOTO reHa, Hanpumep,
npu LOMUHAHTHO-HEraTUBHOW MyTaumu (cm. puc. 8.62).
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Merton 3aksrodaercs B caenytomeM. Ha mepBom atane hparment [IHK, comepxkarmuit
myTauTHblil red (umu dparment [[HK, HanpaBJeHHbINH Ha HApyLIEHHE TIOC/IEI0BATE b
HOCTH I'€Ha-MUIIEHN), BBOAAT B BEKTOP, a 3areM B KyJabrupupyembie DC kmerku (cM.
puc. 8.5), crmocoGHble JaBaTh KJIETKU Pa3JMYHbIX TUIOB. Ilocie mepuoga KJIETOYHON
mpoJndepalui BbIIEIIIOT PeAKIe KOTOHNN KJIeTOK, B KOTOPBIX, BEPOSTHO, TIPOM3O0ILIA
rOMOJIOTHYecKasi PeKOMOMHAIUS, TpUBe/Iias K 3ameHe rena. [IpaBusibHbie KOJIOHUN
or6upaior Merogamu [P umu Caysepu-6iorTunra: onun OyayT COIEPKATh PEKOMOM-
HaHTHBIE TTocrenoBatesbHocTh JJHK, B KOTOpBIX BBemeHHDBIN (PparMeHT 4acTIIHO W
MOJTHOCTBIO 3aMEHIIT O/IHY KOIII0 HOPMaJIbHOTO TeHa. Ha BTopoM atame otaeababie DC
KJIETKU OTOOPAHHOI KOJIOHUHU MOMENIAIOT B TOHKYIO MUKPOIIUIIETKY U BBOJAST B PAHHUI
aMOpuon M. [Iperepnesiive Tpancdekiuio IC KieTKN B3auMOIEHCTBYIOT C KJIETKAMU
AMOPUOHA-XO3SIMHA, YTO TPUBOJIUT K (DOPMUPOBAHMIO HOPMAJIBHO BBITJISI/ISIIIEN MBIIIIH;
HEKOTOPBbIE YACTH TAKUX XMMEPHBIX JKUBOTHBIX, BKITIOUAs, €CJIH TIOBE3€ET, KJIETKU 3aPO/IbI-
EBOIT IMHUM, YacTo pasBuBaioTcs u3 Moauduimpobanibix DC kiaerok (puc. 8.63).

Mpblitieii ¢ TpaHCTEHOM B UX 3aPO/IbIIIIEBON JMHUN 3aTeM Pa3BOJAT i TOJyUYeHUu
CaMKHM M CaMIIa, TeTePO3UTOTHBIX 10 3aMeHe reHa (To ecTh OHM HECYT OAHY HOPMATIbHYIO
1 OZIHY MyTaHTHYIO KOIHIO TeHa). [Ipy CKpeluBaHnuy STUX JABYX MbIIIEN O/HA YeTBepTas
4acTh UX MMOTOMCTBA Gy /IeT FTOMO3UTOTHA 110 MOUUIIIpoBanHoMYy reny. V3ydenne Takux
TOMO3UTOT TO3BOJISIET UCCIET0BATh (PYHKITMOHNPOBAHNE NU3MEHEHHOTO TeHA MJIH BISTHIE
MHAKTUBAIIUU TeHA B OTCYTCTBUE COOTBETCTBYIONIETO HOPMATBHOTO TEHA.

BosMoxxHOCTD cO3/1aBaTh TPAHCTEHHBIX MbIIIEH, Y KOTOPbIX OTCYTCTBYET HOPMAJIbHbBIN
reH, cTama mpopbiBoM. Cefdac METO/] UCTIOIB3YIOT JJIS OnpeesieHns (DYHKITUI BeeX MbITITH-
HpIx reos (puc. 8.66). [{na cosganns yCI0BHBIX MyTaHTOB, Y KOTOPBIX (DyHKIMOHUPOBAHHE
MHTEPECYIONIero TeHa HapyIIeHo B OMpe/eIeHHON TKaHN B KOHKPETHDII MOMEHT Pa3BUTHS,
IPUMEHSIOT cIelatbHble MeTobl. [1oaxoa ocHOBaH Ha caliT-crermdaeckoM BbIPE3aHn —
U, CJIE/0BATEJIbHO, YaJeHUn — CUCTEMOI PeKOMOMHAINK TeHA-MUIIEHU B OIPeleJIeHHOM
MecTe WM B onpe/ejenHoe BpeMsi. Hanbosee pacrpocrpanena cucreMa peKOMOMHAIUH,
naspiBaiomasics Cre /10X, KOTopas MIMPOKO MCHOMB3YeTCs I 3aMEHbl TEHOB B MBIIIAX
n pacrenusix (cM. puc. 5.79). B mannoM ciaydae ren-muimens B IC KeTKe 3aMeHSeTcs
HA TIOJTHOCTBIO (DYHKITMOHATBHYTO BEPCHIO TeHA, (DIAaHKMPOBAHHYTO MAPO KOPOTKUX TTOCTE0-
BarespHOCTell [JHK, HasbiBaeMbIx [ox-catimamu v y3HaBaeMbIx 6ekoM pexombunasoii Cre.
[Monyuaiotiuecs: B pe3yJibrare TpaHCTeHHbIE MbIITH 00JIA[AI0T HOpMabHbIM (peHoTrnom. Mx
CKPEIIUBAIOT C TPAHCTEHHBIMU MbIIIIAMHU, ¥ KOTOPBIX IKCIIPECCUPYeTCs red pekoMbutasbl Cre
MOl KOHTPOJIEM UHIYIIMPYEMOTO TPOMOTOpA. B ompe/iesieHHbIX KIeTKaX WM TKAHIX, B KOTO-
phix BRmogaior Cre, OHA KATATM3NUPYET PEKOMOUHAIINIO MEKTY 0X-TI0CTIe/T0BATETBHOCTSIMH,
BbIpe3asi reH-MUIIeHb U UHAKTUBUPYsE ero. CXO/IHbIe CUCTEMbI PEKOMOUHAIUN UCTIOJIb3YIOT
JUISL CO3/IaHNsE YCJIOBHBIX MyTaimii 8 Drosophila (em. puc. 22.49).

Ecmu ncxomgnasg Moaudukais TeHa MOTHOCTBI0 MHAKTHBUPYET ero (DyHKINIO, TO
TAKWX TOMO3WTOTHBIX MBIIEH HA3bIBAIOT HOKAYTHBIMU. KOraa y TakuxX MBIIIel OTCyT-
CTBYIOT TeHbl, (DYHKI[MOHUPYIOIIUE BO BPEMSI PA3BUTHsI, OHU YACTO MOrHOAIOT 3a10JIr0
JI0 JocTikenust 3pesioctu. Takue jetanbibie 1edeKTbl oPOOHO U3YJAIOT JIJISt Olpe/ie-
JIEHWST HOPMAJTbHOW (DYHKITNHT OTCYTCTBYIOIIETO TEHA.

8.5.14. TpaHcreHHble pacTeHUA UrPaIoT BaXKHYI0 POJib KaK B KNIeTOYHON
6uonorum, Tak u B CeNibCKOM X03ANCTBE

[ToBpesxierHOe pacTenne YacTo MOKET BOCCTAHOBUTH ceOsT TPU TIOMOTITH TTPOIiecca,
BO BpeMs KOTOPOTO 3peJible nddepeHiimpoBainble KICTKH «1ean(depeHtmpyoTcss,
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a) OC knetku, 6)  camka Mbiu
pacTyLime B KynbType

CMNAPUBAHUE, OXKWOAHUE B TEYEHUE
BBEOEHVE ®PATMEHTA OHK, l - ¢
COLEPXKALLEFO M3MEHEHHGIN 3 IHEV 11 CBOP SMBPMOHOB
M3MEHeHHas EEET%?() MHOXECTBO BblENeHHbIN
BEPCUS LIENEeBoro BBEAEHVE SMBPUOH
reHa, cosgaHHas OC KINETOK
APV HoMOLLY KAXKOAA KINETKA B OSMBPVIOH
p 2 PABMHOXAETCHA *
FEHHOV UHXEHEPUA Y 11 OBPASYET KONOHUIO ——

TMBEPUIHLIN OMBPWNOH, YACTUYHO
l OBPA3OBAHHbIN N3 3C KNETOK

AHANN3 HA HATIMYME
PELIKUX KOSTOHMI,

B KOTOPbIX ®PATMEHT
JOHK 3AMEHUN OOHY
KOMuo HOPMAIbHOIO
FEHA MEPEHOC MBPUOHOIO SMBPVOHA

B MCEBOOBEPEMEHHYIO Mblllb

OC KNeTKM C OfHOW KOMUel LieneBoro reHa,
3aMEHEHHOro Ha MyTaHTHbIW reH l POXOEHNE

COMATUYECKWE KNETK MOTOMCTBA
NPOBEPAIOTCA HA HATMYME
M3MEHEHHOIO NrEHA. CKPELLIMBAHWE
OTOBPAHHbIX MbILWEW AJ1A BbIABNEHWA
3TOro 'EHA B MOJOBbIX KINETKAX

TPAHCIEHHAA Mbllb C O,D,HQM KOMUEWN
LIENEBOro reHA, SAMELLEHHOW B MOJNOBbIX
KNETKAX HA UBMEHEHHbIV FT'EH

Puc. 8.65. MeToapl, ucnonb3yemble A1 3aMeHbl FeHOB B MbiLuax. Ha nepsom stane (a) MogndULMpPOBaHHYO
BEPCUIO reHa BBOAAT B KynbTueMpyemble IC KNeTKn. JInb B HECKONbKMX peaKnx IC KneTKax COOTBETCTBYIO-
e HopMasbHble reHbl ByayT 3amMeHeHbl Ha reH, U3MEHEHHbIN B NpoLecce roMoI0rMYHON PeKoMBUHaLWK.
HecmoTpsa Ha TpyA0EeMKOCTb NpoLeaypbl, 3TU pefKue KNETKM MOXKHO NAeHTUOMLMPOBATb U KyNbTUBMPOBATL
[O/19 NONYYEHUA MHOXKECTBa MOTOMKOB, Ka bl 13 KOTOPbIX byAeT HECTU OMH MYTaHTHbI reH BMeCTO OAHOM
13 ABYX KOMWIA COOTBETCTBYOLLEro HOPManbHOro reHa. Ha creaytowem atane (6) st mognduumposaHHbie 3C
KJIETKM BBOAAT B O4E€Hb PAHHUIN MbILLIMHbBIA SMOPUOH. KNETKM BKUBAAIOTCA B PACTYLLMIA 3apOAbILL, U HEKOTOPbIE
COMaTUYECKME KNETKM (MOoKa3aHbl OpaHMeabIM) NONYYEHHOW B pe3ynbTaTe Mbllun ByayT HECTU U3MEHEHHbI
reH. HekoTopble 13 3TUX MblLLEN TaKKe ByayT COAEPIKATb KNETKMU 3apOAbILLEBOM IMHUN C MOANDULIMPOBAHHbBIM
reHoM; NpU CKpeLmBaHNM C HOPMabHOM MbILLBbIO YaCTb MOTOMCTBA ByAeT HeCTU OfHY KOMUIO M3MEHEHHOTO
reHa BO BCEX CBOMX K/IETKaX. EC/IM CKPeCcTUTb ABYX TaKMX MblLLel (He MOKa3aHo), HEKOTOpbIe MX MOTOMKM byayT
coaep:KaTb ABa MOAUDULMPOBAHHBIX FreHa (Mo O4HOMY Ha KaXKO0W XPOMOCOME) BO BCEX CBOMX K/IETKaX.
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a) 6)

Puc. 8.66. TpaHcreHHble MbILK, SKCNpeccupyowme mytaHTHyo IHK-xenukasy, npexaespemMeHHO CTapetor.
Xenukasa, Koganpyemas reHom Xpd, y4actByeT B TpaHCKpunuumn 1 penapauumn AHK. Mo cpaBHEHMUIO C MblLLbIO
[OMKOTO TUMa TOro *Ke Bo3pacTa (a) y TpaHCreHHoM Mbilum (6), akcnpeccupytoweit aedekTHyro Bepcuio Xpd, npo-
ABNAETCA MHOXKECTBO NPU3HAKOB NpeXKAeBPeMeHHOro CTapeHus, BK/IOYana OCTEOMNOPO3, UCTOLLEHWE, CeAUHY,
b6ecnnogme N MeHbLUYIO NPOAOMIKUTENBHOCTD KU3HU. MCnonb30BaHHAA 34ecb MyTaums B Xpd HapyLlaeT ak-
TUBHOCTb XE/IMKA3bl U UMUTUPYET MyTALLMIO, KOTOPAs Y II0AEeN Bbl3bIBaeT TpUxoTnogucTpoduio, 3abonesaHue,
XapaKTepu3yroLLeecs TOMKUMM BOIOCAMM, HAPYLLUEHUAMM Pa3BUTUA CKENETa M O4eHb MaIEHbKOW NPOAOKM-
TENIbHOCTBIO KM3HUW. ITU pe3ynbTaTbl YKA3bIBAOT HA TO, YTO HaKoneHWe nospexaeHui IHK moxeT BHOCUTb
BK/1afL, B NPOLECChI CTapeHMA KaK y Mbllel, Tak 1y ntogeid. (M3 ). de Boer et al., Science 296: 1276-1279, 2002.
C nobesHoro paspelueHms nsgatenscrea AAAS.)

nposmdepupyioT u 3areM cHoBa AudepeHnupyoTced B Apyroil Tnn kiaertok. Ilpm He-
KOTOPBIX yCJ0BUAX e depeHInpoBaHHble KJIETKH MOTYT jgaske copMUpoBaTh
ATMKAJIBHYI0 MEPUCTEMY, KOTOpasi 3aTeM JIACT HAYauo aOCOJIOTHO HOBOMY PACTEHHUIO,
BKJIIOUast ramerbl. Takast yuBUTEIbHAS TMOKOCTh PA3BUTHS PACTUTEJBHbBIX KJIETOK MO-
JKeT ObITh UCTIOJb30BaHA [T CO3/IAHUST TPAHCTEHHBIX PACTEHWH M3 KJETOK, PACTYIINX
B KYJIbTyPE.

Korza o6pasel; Tkanu pacrtenusi KyJbTHBUPYIOT B CTEPUJIBHOI Cpejie, cojiepska-
Iieil TMTaTebHbIe BEIECTBA U COOTBETCTBYIOINIME PETYJSTOPbI POCTA, MHOTHE KJIETKH
nposindepupyior GeCKOHEYHO U GecriopsiouHo, (GOPMUPYST MACCy OTHOCUTEJNHHO He-
b epeHImpoOBAaHHBIX KJIETOK, HA3BIBAIOILYIOCS KALA0COM. AKKypaTHas MaHUITY-
JISIIUST TIUTATEbHBIMU BEIECTBAMU W PEryJIITOPAMU POCTA MO3BOJISIET CTUMYJIUPOBATDH
¢opMupoBaHUe B KaJLIIOCE AlMKAJIbHBIX MEPUCTEM CHavajia 1MoOEroB, a MOTOM KOPHE.
Jljist MHOTHX BUJIOB TaKUM 06pa3oM MOKHO BOCCO3/IATb II€JI0€ HOBOE PACTEHIE.

KasutocHbre KyJIbTyPbl MOXKHO MEXAHITYECKU JMCCOIIMUPOBATD HA OT/IETbHbIE KJIETKH,
KOTOpbIe OY/IyT PACTH ¥ JIEJUThCS B CYCIIEH3MOHHOI KyJabType. B cyuae HEKOTOPbIX
pacTenuii, BKioyast TaGak, NeTyHIIo, MOPKOBb, KapTodesb u Arabidopsis, eIMHCTBEHHYIO
KJIETKY, BBIJIEJIEHHYIO M3 CYCIEH3UOHHOM KyJbTYPbI, MOXKHO BBIDACTUTH B MAJEHBKIII
cryctok (KJIOH), M3 KOTOPOTO MOYKHO BOCCO3/ATh Tiesioe pacreHue. Kierka, 3 KoTopoi
MOZKeT ObITh BbIpallleHa Jr00ast 4acTh OpPraHM3Ma, Ha3bIBA€TCSI TOTUIOTEHTHOM. Tak
JKe, KaK MOXKHO TIOJYYUTh MYTAHTHYIO MBIIIb IyTeM reHeTHYecKnX Manutysiuii IC
KJIETKAMU B KYJIbTyPe, CO3/[AI0T TPAHCTEHHOE PACTEHNe U3 eJMHCTBEHHON TOTUIIOTEHTHOMN
pacTuTenbHOI KJeTkH, tpetepresiieil Tpatncdekimio JJHK B kynbrype (puc. 8.67).

MerTozibl TIOJTyYeHUsT TPAHCTEHHBIX PACTEHU 3HAYMTENHHO YCKOPUJIU ITPOTPECcC
BO MHOTUX 06JIACTSX KJIETOUHOI Gruosiornn pacrenuii. Hanpumep, oo ChITpasii BaXKHYTO
POJIb B BbIJIEJIEHUH PEIENTOPOB PETYJSTOPOB POCTA U aHAIN3€e MEXAHM3MOB Mopdore-
He3a 1 9KCIIPECCHU TeHOB Y pacTeHuii. Takyke OHU OTKPBLIM MHOKECTBO BO3MOKHOCTEM
B CEJIbCKOM XO3SCTBE, IPUHOCSIINX TI0JIb3Y KAK MOTPEOUTENISAM, TAK U TPOU3BO/IUTEISIM.
Hanpumep, craio BO3MOKHBIM MOH(UITMPOBATH JIMIH/bI, KPaxMaJl 1 OeJIKH, 3ariacaeMbie
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NNCTOBbIE ONUCKU MHKyGMpyIOTCﬂ
B Te4eHne CyTOK C reHHO-UHXeHepPHbIMU

13 nucTa Tabaka g
6aktepusmu Agrobacterium

Bblpe3atoTca AUCKN

—_— —_—
Kanmnwoc / Ha CenekTUBHOW cpeae
nponueprpyroT TONbKO
Te KNeTku pacTeHusi,
KOTOpble Nonyymnu
OHK ot 6aktepun
nober
‘ )/cpe.ua ans
npopacrtaHus
—_— _—
nepeHoc CO3peBLINiA
nobera YKOPEHMBLUMNIACS
B cpeay Ans caxeHel|
pocTa KopHeii 3pernoe pacTeHue, Hecyllee
TPaHCreH, KOTopbIi
a) nepBoHayvarnsHo 6bin y 6aktepum
KneTka 6aktepun pactutenbHas KneTka

LUTO3051b

WHTEPECYIOLWMIA  CenekTupyembin
TPaHCreH  MapKepHbIN reH

\ / B
peKOM6VIHaHTHaF| _—

nrnasmMmuaa B KrneTtke

Agrobacterium V

noetopbl T-AHK pazmepom
25n. H. XpOMOCOMa pacTeHus

[IHK BLIPESAETCS 113 MIASMULI B BUAE
NIMHEMHOW MONEKYTIbI Y HAMPAMYO MEPEHOCUTCS B KNETKY
6) PACTEHWS, IME BKIFOYAETCS B XPOMOCOMY

Puc. 8.67. MNpouecc nonyyeHUA TPaHCreHHOro pacteHua. (a) Kpatkuii 063op npouecca. M3 ancra Bbipesatot
KPYI/NbIM y4aCTOK M MHKYBMPYIOT ero B KyNbType BMecTe ¢ KneTkamu Agrobacterium, HecyLmmm peKomOUHaHT-
HYIO N1a3amunay C CeENEeKTUBHbIM FrEHOM-MapPKepoM U HYXKHbIM TPAHCreHOM. Flospe»(p,eHHble KNEeTKM Ha Kpatko
[UCKa BbIAENAOT BELLLECTBA, NPUB/EKatoLWwme KneTkn Agrobacterium. 3atem baktepun 8BogaT AHK B 3TM Knet-
KK. TO/IbKO Te KNETKN PacTeHUs, KOTOPbIe NMPUHAAN cooTBeTCTBYOLWYH JHK 1 aKcnpeccupytoT ceNnekTUBHbIN
MapKepPHbII reH, BbIXKMBYT 1 ByayT nponndennposatb M 06pa3oBbiBaTb Kaiatoc. MaHUNyALMA perynatopamm
pOCTa U NUTaTe/IbHbIMM BELLECTBAaMM 3aCTaBAAET Kannkoc GopMMpoBaTh Noberu, KoTopble 3aTeM NMyCKatoT KOPHU
1 BbIPACTalOT BO B3POC/ble PACTEHUS, HECYLUME TpaHCreH. (6) MpurotosneHne PpeKOMBUHAHTHOM NAasmuabl
N ee NepeHoC B PacTUTENIbHYIO KneTry. Mnasmuay Agrobacterium, B HOpMme HecyLLyto Nocief0BaTeNbHOCTb
T-OHK, MoanduumpytoT, BCTaBAAA CENEKTUBHbIA MapKEPHbI reH (Hanpumep, reH YCTOMYMBOCTU K KaHaMu-
LMHY) M HY}KHbIW TPAHCTEH MeXKay cocTosalwmMmM 13 25 n. H. nostopamu T-AHK. Korga Agrobacterium y3Haet
KNeTKy pacteHns, oHa apdeKTnBHO nepeaaet Lenb JHK, HecyLyto 3TM Nocnef0BaTeNbHOCTH, B PACTUTE/bHYIO
KNETKY NPy NOMOLLM CNeLmanbHbIX MEXaHU3MOB, KOTOpPble B HOPMe NepeHoCcAT nocienoBaTenbHoctb T-AHK
nnasmubl.
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B CeMeHaX, /ISl YBeJMYEHNs] YCTOIYMBOCTH K Mapas3nTaM U BIUPYCaM, a TaKkyKe CO3/I1aBaTh
pacTenusi, CrocoOHble BbIKUBATDH B AKCTPEMATBHDIX YCJIOBHSX, HAIPUMED B COJIOHYAKO-
BbIX 6OJIOTAX WJIM HAa CyXOH TOYBe.

MHorne BakHbIE TIPOPBLIBbI B TIOHUMAHUN PAa3BUTHST KUBOTHDBIX C/IEJIAHBI B XOJI€
ugyuennsi ppykrosoit mymiku Drosophila n kpyriaoro yepss C. elegans, KOToOpbIe JIETKO
MO/IIAIOTCST KJIACCHYECKOMY T€HETUYECKOMY aHAM3Y W OKCIIEPUMEHTATBHBIM MAHUITYJIsI-
msiM. TIporpecc B 61OJIOTHN Pa3BUTHSI PACTEHHI ObLIT B TIPOIIIOM CPaBHUTEIBHO Me/I-
JieHHbIM. MHOTrHe y00HbIe /17T TEHETHYECKOTO aHAII3a PACTEHNs, TaKne Kak KyKypy3a
U ToMar, o0JaAI0T JIMHHBIME JKU3HEHHBIMI IUKJIAMI W OYeHb KPYITHBIMU T€HOMaMH,
[03TOMY KJIACCUYECKUI aHAJIN3 ¥ MOJIEKYJISIPHbII TeHETUYECKUI aHaIn3 TPeGOBaI MHOTO
BpeMenu. B nocsieaue ro/ip Bee 60JIbliie BHUMAHUS Ye sieTcst 6oJiee ObICTPOPACTYIEMY
MaJIeHbKOMY COPHSIKY pesyxosuzike Tass (Arabidopsis thaliana), o6nanawomemy He-
CKOJIbKUMU 3HAYMTEJbHBIMU JJOCTOMHCTBAMU B KAYECTBE «MOJIEJBHOrO pacteHusi» (CM.
puc. 1.46 u 22.112). OtHOCUTEIBHO HEGODBINION TeHOM Arabidopsis cTai 1epBbIM MOJHO-
CTHIO PACIT(POBAHHBIM PACTUTEIBHBIM TeHOMOM. TeMITbI FICCIIeJOBAHMS ATOTO OPraHu3Ma
B HACTOSIIIee BPEMSI [JOTOHSIIOT TEMITbI MCCJAE0BAHNST MOJIETbHbBIX SKUBOTHDIX.

8.5.15. KpynHble co6paHnAa MeyeHbIX HOKayTOB NO3BONAIOT N3y4aTb
$yHKUMN KaXKAOro reHa opraHnsma

Jlist co3iaHust MCUEPTbIBAIOIMX GUOIMOTEK MyTalluil B PA3JIMUHBIX MOJIEJbHBIX
opranuaMax, BrJioudas S. cerevisiae, C. elegans, Drosophila, Arabidopsis n mbiiieii,
HEOOXOMMbI COBMECTHbIE YCUJIHST MHOTHX Jlaboparopuil. B Kask1oM ciydae KOHeuHast
1esib — MnoJiydeHne HaGopa MyTaHTHBIX JIMHUH, B KOTOPBIX KaXK/bI TeH OpraHusMa
CUCTEMATUYECKU Y/IAJISIETCS] UM U3MEHSIETCST TaK, 4TOObI OH MOT ObITb YCJIOBHO Hapy-
nieHHbIM. Takue KOJUIEKIIUE CTaHyT HEe3aMEHUMbIM UCTOYHUKOM WH(OpMaiuu o (pyHK-
[MOHUPOBAHUH T€HOB B MaciiTabe reHoMa. B HEKOTOPBIX CJIydasiX OT/IeJIbHbIE MyTaIluu
B GuGsnorexe OyIyT 9KCIPECCHUPOBATH WHAWBU/YAJbHbIE MOJIEKYJSIPHbIE MapKephbI
B hopMe yHMKaNbHBIX TocsenoBaresnbHocTell JJHK, uto cnemaer naentndukaiimo n3-
MEHEHHOTO TeHa MPOCTOi 1 ObICTPOIL.

B S. cerevisiae 3apaua cozmanus noaHoro Habopa m3 6000 MyTaHTOB, B KaXKI0M
13 KOTOPBIX OTCYTCTBYET TOJBKO OJMH TeH, YIPOIIaeTcs 6arogaps CKJIOHHOCTH JPOKIKel
K TOMOJIOTMYHON pekoMOuHarmu. [IJist Kask/10ro reHa TOTOBSIT «KacceTy jeneruny. Kaccera
COCTOWT W3 CIIeTaIbHoi MoeKkyJibl [IHK, okpyskatoteii ceJleKTHBHBIN MapKep U COflep-
kartreit 50 HyKJIeoTHIOB, TTOCTeI0BATENbHOCTD KOTOPHIX NIEHTHYHA KOHIIAM TeHa-MUTIEH.
Bonee Toro, misg yckopenus mocjenyionieil naeHTHGUKANNN KaKI0H MOTyIeHHON MYy-
TAHTHOH JIMHUM B 3Ty Mojekymy JIHK BcTaBagioT crennaabHyo TOCTeI0BATEMbHOCTD-
«nurpux-koa» (puc. 8.68). 3areM B pasmmuHBIX CEJEKTUBHBIX yCI0BUAX (Hampumep,
OrpaHUYeHre TI0 TUTATEIbHBIM BEIECTBAM, TIE€PEIaibl TEMIIEPATYPDI WM IPUCYTCTBHE
Pa3IMYHbIX JIEKAPCTB) MOKHO BBIPACTUTH GOJIBIIOE YMCIO TAKMX HOKAYTHBIX MYTAHTOB.
BbukuBIe KIeTKH JIETKO WACHTU(MDUIUPYIOTCS 110 CBOMM YHHUKAJIbHBIM MapKEPHBIM
moceoBateTbHOCTSIM. C TOTO, HACKOIBKO XOPOIIO ceOsT IyBCTBYET KAXK/IBI MYyTaHT
B CMECH, MOYKHO HAauaTbh OLIEHUBATh, KAKUE T'€HbI SBJISIOTCS JKU3HEHHO BaKHBIMU, KaKIe
MIPOCTO TIOJIE3HBIME, a KaKue HeoOsS3aTeJbHBIMU IJIT POCTA B PA3JNUHBIX YCJIOBIIX.

CosKHOCTD IOy YeHnsT MHMDOPMAIIUN U3 TAKOTO UCCJIETOBAHIS MyTAaHTOB IPOSKIKel
COCTOUT B OINpPE/eJIEHUH Ha OCHOBE MYTAaHTHOrO (DEHOTUIA aKTUBHOCTU TEHA WJIU €ro
Ouosiornyeckoii posin. Hekoropbie jpedeKkTbl — HECocoOHOCTh KUTb (Ge3 TUCTHINHA,
HalpuMep, — HAMPAMYIO YKa3bIBalOT Ha (PYHKIIUIO TeHa IUKOTO Tuma. /[pyrme cBa3m
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MOryT ObITb HE HACTOJIbKO OUEBHIHbIMU. UTO MOKET CKa3aTh BHE3ANHASI 1yBCTBUTE/Ib-
HOCTb K XOJIO/Iy O POJIU OIIPEJIEJIEHHOTO TeHA B IPOKIKEBON KIeTKe? ITU PoOJIeMbl ellle
YCJIOKHSIOTCS B 60Jiee BBICOKOPA3BUTBIX OpraHusMax, ueM Jpoxcku. [lorepst pynkimn
€IMHCTBEHHOTO I'eHa MBI, HAIIPUMED, MOKET TOBJIUSTh HA PA3JTHYHbIE THIIBI TKAHEH
Ha PA3HBIX CTAAUSX PA3BUTHSI, TOTJA KaK y/ajeHue APYruX TeHOB MOXKET HE UMeThb
HUKAKOTO BUIUMOTO adderTta. AeKBaTHOE ONMcanne MyTaHTHBIX (DEHOTHUIIOB MbIIIEH
4acTo TpedyeT MoPOOHOr0 NCCAEA0BAHKSI, OCHOBAHHOTO HA IJTyOGOKOM 3HAHUN AaHATOMUH,
FUCTOJIOTHH, TIATOJIOTUN, (DU3UOJIOTUH U ITOJIOTHU ITUX JKUBOTHDIX.

Opmnako undopMaiiust, KOTOPYIo MOKeT JIaTh aHain3 GUOIUOTEK MyTaHTOB, OyeT
nosiesra. Hanpumep, usydenune mcueprbiBaonieil Kosuiekimu MytantoB Mycoplasma
genitalium, opranu3Ma ¢ cCaMbIM MAJIEHbKIM U3BECTHBIM TEHOMOM, JIAJI0 HaM MUHUMAJIb-
HbI HAGOP TE€HOB, HEOOXOMMBII JIjisi KJIETOYHOW JKU3HU. AHAJIN3 MyTaHTOB MOKA3aJ,
4TO /IS pocTa B JaGopatopHbix yeaoBusx M. genitalium tpeGyercss PUMEPHO TpU
yerBepTH ero 480 koaupyiomnux Gesku reHoB. Dyukimu mpumMepHo 100 13 3TUX KU3HEH-
HO HEOOXO/IMMbBIX '€HOB HEM3BECTHBI. JTO TOBOPHUT O TOM, YTO HAM IIPEACTOUT OTKPBITH
ellle yIMBUTENIbHO GOJIBIIOE KOJIUYECTBO (DYHAAMEHTATIBHBIX KJIETOYHbIX MEXAHU3MOB,
JIEKANUX B OCHOBE JKU3HI.

8.5.16. PHK-uHTepdepeHLnsa — 3To NnpocToin n 6bICTpbI Cnocob
aHanunsa GpyHKUMN reHa

HecMoTpst Ha TO UTO HOKAYT T€HOB U M3y4YeHHe MOCTEICTBIN SBJSETCS, BO3MOKHO,
HanboJee 3(pHEeKTUBHBIM METOOM HCCIeI0BaHNs (DYHKINI TeHOB, HEABHO OBLT OTKPBIT
3HAYHUTETBHO GoJiee TIPOCTOoii criocob nHaktuBain reroB. Meto PHK-unrepdepenimm
(wmm, coxpamenno, RNA1) ocHoBaH Ha eCTECTBEHHOM MEXaHHM3Me, HCIIO/Ib3yeMOM MHO-
TUMU PACTEHWSAMHU, SKUBOTHBIMU, TPHOAMU W TIPOCTEUIINMU JIJIsT 3AIUTDBI OT OTIpe/leJieH-
HbIX BUPYCOB U MOGHJIbHBIX FeHeTHYecKux sjaeMeHtoB (cM. puc. 7.115). B kaerky umu
opraHusM BBOJST jByxienodednyio Mosekyay PHK (quPHK), nocsemoBareibHOCTD
KOTOPOI KOMILJIEMEHTApHA YaCTU TeHa, KOTOPbI HEOOXOMMMO MHAKTUBUpOBaTh. [lo-
ce mporteccunra MIPHK, ocymecTBageMoro crienmaabHbIM KOMILIEKCOM GeTKOB, OHA
ru6puausyercss ¢ MPHK rena-muiiieHn u puBOAUT K ee JIErpajiallii. 3areM KJeTKa
ucriosib3yer HeOosibiie hpparMenTsl a1oit gerpagupoBannoit PHK st cuHTe3a HOBBIX
muPHK, xotopsre mpomoskaior yamuTo:Kath MPHK rema-mmmenn. IlockombKy aTh
kopotkue ¢pparmentsl PHK MoryT nepegaBarbest kiaerkam-tioromkaM, PHKu crioco6Ha
BBI3bIBATDH HACJIE/ICTBEHHbBIE M3MEHEHU IKCIIpecc reHoB. Ho, Kak Mbl BUjiesin B rJiaBe 7,
CyIIEeCTBYeT BTOpoil MexaHusM, Osarozgapsi koropomy PHKuM Mosker crabusibHO MHaK-
TUBUPOBATH TeHbl. OOPA30BABIIMECS B IIUTO30JI€ B pe3yJibTaTe Jerpajarui (hparMeHTbl
PHK MoryT npoHUKaTh B SPO M HANPIMYIO B3aUMOJIECTBOBATH C TEHOM-MUIIEHBIO,
HATIPABJISIA €r0 YIIAKOBKY B HEJIOCTYITHYIO [T TPaHCKpUTmn hopMy XxpoMarnna. Takoii
JIBOITHOW PEXXUM PeryJidaiuy skcnpeccru reHoB jenaer PHK-unrepdepeniimio kpaiine
9 PEKTUBHBIM MHCTPYMEHTOM OTKJTIOUEHUST TEHOB OJIHOTO 34 JIPYTHM.

PHKu uacto ucrnosnb3yior [Jisi MHAKTUBAIMU TeHOB B Drosophila w KyabTypax
KJIETOYHBIX JIMHUI MJIEKOUTANMX. B camoM siesie, HaGop 13 15 ThICSY MOJIEKYJT WH-
tepdepupyionmx PHK Drosophila (o opHoil Ha Kask/[blil T€H) TO3BOJISIET UCCIIEI0BA-
TEJISIM 32 HECKOJIBKO MECSIEB POAHATN3NPOBATh POJIb KAKIOTO TeHa MYTIKHA B JIIOOOM
mporiecce, KOTOPBIH MOXKHO HaOMOAaTh B KYJIbType KIeToK. CKOpO cTaHeT BO3MOKHBIM
MPOBOJIUTH TAKOH aHAM3 ¢ 25 TBIC. MBIIIUHBIX 1 YenoBeueckux renoB. PHKu taxxe
MITPOKO MCTIOJB3YIOT /ISt uydernst hyHKImonnpoBanus renoB nemarojnt C. elegans.
IIpu pabore ¢ yepamu BBoanTH APHK noBombro mpocto: PHK MoxHO Hanpsamyio
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BITPBICKWBATh B KUIEYHNK KIMBOTHOTO WM KOPMUTH €ro Mounduimposantoit E. coli,
cunTesupyoleii Hyskayio uatepdepupyonryio PHK (puc. 8.69). PHK pacupenensiercst
110 BCEMY Tey YepBs, T/ie OHA MHTUONPYET 9KCITPECCHIO TeHA-MUTIIEHN B PA3JINYHBIX TUIAX
tkanu. [lockosbky renom C. elegans nomnoctsio pacimdposan, PHKu npumensior
JUTSL IprcBanBanus (PYHKIMI BceMy HAGOpPy TeHOB YepBs.

B mocnentee BpeMsi pOJACTBEHHBIH METO CTAIN IMAPOKO MPUMEHSATh K MBIIIAM.
B mamnom caygae ama BBemenust nuntepdepupyonmx PHK #He ncmombsyior mHbEKITIO
i KOpM. J1JIsT CO3/TaHTIs TPAaHCTEHHBIX MBIIIEH, 9KCIIPEeCCUPYIONUX HHTeP(epupPYIONTyTo
PHK 1ozt KOHTpOJIEM MHYITUPYEMOTO TIPOMOTOPA, IPUMEHSIIOT METO/[bI PEKOMOMHAHTHBIX
[IHK. Yacto aT0 cnenmaabHo ckoncTpynpoBanHas PHK, croco6Has 3aMbIKaThes cama
Ha ce0st U 32 CUET ClIAaPUBAHUST HYKJIEOTU0B 00PA30BbIBATD JIBYXIENIOYEYHbI YIACTOK,
Y3HaABaeMbIil anmapaToM. B pesyibraTe WHAKTUBUPYIOTCS TOJBKO Te TE€HBI, TOCTIEI0BA-
TEbHOCTD KOTOPBIX TOYHO COBIIQ/IAET C TTOC/IeI0BATETbHOCTDIO MHTepdepupyiorteir PHK.
B 3aBucmmoctn ot tnma mHIyIMpyeMoro mpoMoTtopa uHTepdepupyiomas PHK moxer
CUHTE3UPOBATHCA TONBKO B ONPEETeHHON TKAHN WM B KOHKPETHBII MOMEHT Pa3BUTHI,
YTO TO3BOJISIET THIATeIbHee MCCaeIoBaTh (DYHKITNHN TEHOB.

PHK wunrepdepupyiomteit PHK caenana o6pariyio reHeTKy MHOIMX OPTraHU3MOB
pocToii u 3hHEKTUBHOI, HO OHA 06J1a/[AeT HECKOJIbKUMHU TTOTEHIIUATbHBIMU OTPAHITIEHSI-
MM, OTCYTCTBYIONIMH y HACTOSMIEro HOKayTa reHoB. [lo nenssectubpiM nprunnam PHEK-
unrepdepeniyst HeadekTrBHO padoTaeT /Jisi HEKOTOPbIX TeHOB. Bosee Toro, B mpee-
JIaX 1IeJIOT0 OpraHu3Ma HEKOTOpPbIe TKaH!U MOryT ObITh ycToitunBbiMU K jeficTBuio RNAi
(Hanpumep, HeHPOHbBI KPyT/bIX 4epBeii). JIpyras mpo6aeMa cOCTOUT B TOM, YTO MHOTHE
OpraHu3Mbl cojiep:Kar OOJbIINe CEMEICTBA TEHOB, YJeHbl KOTOPbIX 06JIa/Ial0T CXOHBIMU
nocrenoBatebHocTIMI. B pedyabrate, PHKu nHorna nHaktuBmpyer HapaBHE ¢ TEHOM-
MHUIIIEHBIO POJICTBEHHDIE reHbl. M36eskarh Takux 3 (PeKToB MOKHO, MCIOJIb3Ys OOJIbIIOE
yuco natepdepupyomnx PHK, koMmieMeHTapHbIX Pa3ITIHbIM YIaCTKaM OTHOTO U TOTO
ke Tena. Pesysbrarnl jmoGoro akcrepuMenta mo PHKu po/kHbl paccMarpuBaTbest Kak
Cepbe3HbIil apTyMeHT B TOJb3y (DYHKITNN TeHa, HO OH He SBISIETCS ee JOKA3aTeTbCTBOM.

1 E. coli, akcnpeccupyoLiasn 2  aByxuenoyeyHas PHK,
aByxuenoveyHyto PHK, BBEJEHHAas B KULLIKY
cbefieHa YepBeM

a)

Puc. 8.69. Co3pgaHue AOMMUHAHTHO-HEraTMBHOM myTauumn metogom PHK-
uHTepdepeHumn. (a) pyxuenoyedrasn PHK (guPHK) moxeT 6biTb BBEAE-
6) Ha B C. elegans (1) nytem KopmaeHus yepselt E. coli, sKkcnpeccupytoLei
AUPHK, nau (2) nytem uHbekumm 4uPHK Hanpamyto B KULLEYHUK. (6) Im-
6PVOH YepBa AMKOrO TUMNa BCKOPE Noc/ie ONI0A0TBOPEHUA ANLLEKNETKN.
MpoHyKNeycbl ANLEKNETKM U CepMaTo30Maa (KpaCHbIe CTPENKU) MUTPU-
PYHOT M CONMIKAIOTCA B 33 HEM NON0BUHE 3apobllua. (B) IMB6PUOH YepBa
Ha TOW e CTaZlMM Pa3BUTUSA, B KOTOPOM reH, Y4aCTBYIOLWMIA B AeNeHnn
KNeToK, 6b11 nHakTnBnpoBaH RNAI. [poHyKneycbl He MOTYT MUTPUPOBATb.
6) (6 n B U3 P.Gonczy et al., Nature 408: 331-336, 2000. C nto6e3Horo pas-
20 MKkM peleHun nspatensctea Macmillan Publishers Ltd.)
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8.5.17. PenopTtepHble reHbl U ruébpugmnsauyms in situ nokasbiBaloT, rge
N Korga sKcnpeccupyeTtcs reH

Baxkryto nagopMaiumio o (GyHKIMY TeHA YaCTO MOKHO MOJTYYUTD, UCCTEIYs, KOT/Ia
U TJIe TeH KCIPECCUPYeTCs B KJIETKe WM B 11eJIoM opranusMe. OnpeennTb BpeMeHHble
U ITPOCTPAHCTBEHHbIE TIPUHITUITBI HKCITPECCUH TEHOB MOKHO ITyTeM 3aMeHbI KOUPYIOIei
YaCTU WHTEPECYIOIIETO TeHa PENOPTEPHBIM TeHOM. B GOJIbIIMHCTBE CJIYYaeB 3a IKC-
npeccreil reHa-peroprepa HaOJMIOAI0T TOCPEJICTBOM M3MepeHst (DIyOpecieHIin Uin
(bepMeHTATUBHOM aKTUBHOCTH ero 6enkoBoro npoaykra (em. puc. 9.26 u 9.27).

Kak noapo6uo onucano B riaBe 7, peryJsitopibie nocaenosarenbuocti JTHK, pac-
MOJIO’KEHHBIE CIIPABa UJIU CJIEBA OT KOAUPYIONIETO YIACTKA, KOHTPOJIUPYIOT IKCITPECCUIO
reHa. DT MOCIEI0BATEBHOCTH, TOYHO ONPEJIENSIONIIe, KOT/IA 1 T/ie TeH Gy/IeT dKCIpec-
CHPOBATHCS, JIETKO HCCJIE0BATD, TIOMECTHB TIO/l IX KOHTPOJIb PENOPTEPHbBIN TeH 1 BBE/Is
takne pekom6unanThbie [IHK B kierky (puc. 8.70).

a) NCXOAHLIE MOMEKYbl AHK KAPTUHA SKCIPECCUU
MEHA X
KOAMPYIOLLAS MOCNE0BaTENbHOCTL KIeTk
HOpManbHas Benka X 'A B CDE F'

nocreaoBaTenbHOCTb T 1
I:.:I:-
1 2 3

i

\ perynsitopHbie caiT Hayana cuHTesa PHK kapTuHa skcnpeccum
nocneposatensbHocTy AHK, HOpMasbHoro reqa X
KOTOpble onpeaensT
akcnpeccuto reHa X KOAMPYIOLLAS MOCNEA0BaTENbHOCTb KneTKm
peKkoMBUHaHTHas! penopTepHoro Genka Y '"A B CDE F|
NoCnefoBaTeNnbHOCTL '

KapTMHa 9KCrpeccum
penopTepHoro reHa Y

!

1 2

) TECTOBLIE MOMEKYIIb AHK PENOPTEPHONO FEHA Y
S = mm — | [ [ [ ]|
B E— = — | | | P
- mm — | | [ || | ]
I — == — [ | | [ 7

8) BbIBO[bl: — PerynstopHas nocrneaosarenbHoOCTL 3 B HOpMe BKItoYaeT reH X B krneTke B
— perynsiTopHasi nocrnenoBaTenbHOCTb 2 B HOpMe BKovaeT reH X B knetkax D, Eun F
— perynsiTopHasi nocrnegoBaTenbHOCTb 1 B HOpMe BblkntoyaeT reH X B kneTke D

Puc. 8.70. Ucnonb3oBaHue penopTepHoro 6enKa ans onpeaeneHns NPocTPaHCTBEHHOTO pacnpegeneHus IKcnpec-
cumrena. (a) B ;aHHOM Npumepe KoaMpyHoLLas NoCNef0BaTENbHOCTL 6eslka X 3aMeHAETCA KoAMpYIoLLEN Nocnea0Ba-
TENbHOCTbIO penopTepHoro 6eska Y. KapTuHbl akcnpeccum reHoB X v Y coBnazator. (6) As co3aaHus TECTOBbIX MOMEKYA
[OHK, Koaupytolyx penopTepHblii reH Y, B pas/MyHbiXx KOMBUHaLuax fobasnstoT dparmeHTol AHK, cogeprralume
BO3MOMKHbIE PETYNATOPHbIE NOCNEL0BATENBHOCTU. 3aTEM MPOBEPAIOT IKCMPECCUIO STUX PEKOMBUHAHTHBIX MOIEKYA
[OHK nocne ux TpaHcheKLMmM B pasnnyHbIe TUMbI KIETOK MIEKOMUTAOLLMX. Pe3ynbTaTbl NPUBEAEHbI Ha puc. (B).



998 YacTb lll. MeToapbl

Takske MOKHO HanpsiMyto HabJOIaTh BpeMs u Mecto skcipeccun MPHK rena.
HecMotrpst Ha TO uTO OOBIYHO TAKOW MOXO/ JAeT TAKyIo yKe uH(OpMaIio, 4To 1 MC-
110JIb30BaHUE PENOPTEPHOrO TeHa, ObIBAIOT CJIydau, KOTJA OH MOKET NPEIOCTABUTH
JIOTIOJIHUTEJIbHBIE CBEJIEHUST; HAIIpUMEP, Korja red tpanckpubupyercst, a MPHK Tparc-
JIIPYETCsl He C¢pa3dy, WK KOTr/la KOHEUYHbIM MnpojyKkroM rena ciay:xut PHK, a ne 6esnok.
ITOT METO/1, HOCSIIMIT Ha3BaHWe THOPHAMBANNM iR Situ, OCHOBAH Ha OMMCAHHbBIX BBIIIE
MPUHITUIIAX THOPUIN3AIN HYKJIEMHOBBIX KUCJIO0T. OObIYHO TKAHD MATKO (DUKCUPYIOT, TaK
uto ee PHK coxpansiercst B cBoGo/1HOIT (popMe, crioco6HO K THOPUM3AIMN ¢ MEYEHBIMU
xomiuteMentapabiMu 3oHzaMu JIHK mamm PHK. Takum o6pasoM, MOKHO HaOI01aTh
xapakrep auddepeHIaibHON IKCIPECCUN TEHOB B TKAHU U OIPEJIESITh MECTOPACIIONIO-
JKeHue B kierkax onpezesienubix PHK (puc. 8.71). B am6puone Drosophila, nanpumep,
TaKOI MO/IXO/T /IaJl HOBYIO HH(OPMAIUIO 0 MeXaHu3Max (DOPMUPOBAHUST PA3IUUUI MEXK LY
KJIEeTKaMi B Pas3JMYHbIX YacTSX 3apO/bIia BO BpeMs pasButus (cM. riaBy 22).

Ucnonbayst cXo/iHbie TTOIX0/bl, MOKHO BU3YaJIM3UPOBATH ONPE/IEIEHHbIE MOCIEI0-
BarerpHOCTH [IHK B K71eTke. B manHOM ciydae mpemapartbl TKaHel, KJIETOK WM JaxKe
XPOMOCOM Ha KOPOTKOE BPeMsI TIOJIBEPTaloT JIEHiCTBUIO CUibHOIIe0uHoro pH /17151 paciie-
ILJIEHIST HYKJIEOTU/IHBIX T1ap. 3aTeM JA00aBJIsiOT 30H (bl HYKJIENHOBBIX KHCJIOT, TIO3BOJISIOT
M rubpuansosarbes ¢ JJHK kierkn u nomyyaior Busyamusaimio (cM. puc. 8.35).

B akcnepumenTtax Ha 3yKapUOTHUYECKMX KJIETKAX dYallle BCErO UCIOJb3YIOT JBa
penoprepubix Genka: dhepment B-ramakrosugasdy (B-gal) (em. puc. 7.55, 6) u 3esieHblii
dayopecuentnbiii 6enok (GFP) (em. puc. 9.26). Ha puc. 7.55, 6 npuBegeH mpumep
UCIO/Ib30BaHUS TeHa B-gal st HaGoIeHns 32 AKTUBHOCTBIO PETYJISITOPHON TOCJIe/0-
BareJbHOCTH TeHa Eve B amOpuone Drosophila.

a) 6) [

0,5 mm 1 MKM

Puc. 8.71. Tmbpugusaums in situ pna nokannsauum PHK. (a) MpocTpaHcTBEHHOE pacnpeaeneHne sKkcnpeccum
MPHK DeltaC B paHHem aMmbpuroHe pblbKM AaHno. ITOT reH KoampyeT anraHg 8 Notch-curHanbHom nyTu (onu-
caHHOM B r1aBe 15), a NoKa3aHHOe 34ecb pacnpeseneHne OTPaXKaeT ero posib B Pa3BUTUN COMUTOB — ByayLLMX
CermeHTOB NMO3BOHOYHOIO cT0/16a U XBOCTA. (6) JTokanusawms Bbicokoro paspetleHus PHK in situ nokasbisaer,
rae B AApe KAETKU ropollka cuHTesmpyetca pubocomanbHasa PHK. ToncTble Taxun anametpom 0,5—1 MKm co-
OTBETCTBYHOT NeTaam xpomocomHomn [IHK, cogepraluein koampytowme pPHK reHbl. Kaxaoe maneHbkoe benoe
NATHO NpeacTaBaseT coboi TpaHCKpUNumio egmHcTBeHHoro reHa pPHK. (C ntob6esHoro paspelweHus Yun-Jin
Jiang; Peter Shaw (6).)
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8.5.18. dkcnpeccnsa oTaeNbHbIX FEHOB MOXKeT 6bITb N3MepeHa
npu NOMOLLN KONNYECTBEHHON NOJINMepa3HON LIeNHON peakuumn
Cc o6paTHOM TpaHCcKpunuuen

HecMoTpst Ha TO 9TO METO/IbI PENOPTEPHBIX FE€HOB U TUOPHUIN3AINK 17 Situ TIOKa-
3BIBAIOT, TJIe W KOT/[a SKCIIPECCUPYIOTCS T€HBI, YacTO ObIBAET MOJIE3HBIM KOJTMYECTBEHHO
OTmMcaTh AKCIPeCcHio, HapsaMyIo n3mMepns ypoeab MPHK B kietke. /1t aT0r0 MOKHO
aanTupoBaTh Ho3epH-OJaOTTHHT (eM. puc. 8.38), Ho cymiecTByeT GoJiee TOUHBIIT METO/,
ocHoBaHHbIN Ha npuHine TP (puc. 8.72). B aToM MeTo/ie, HOCAIEM HazBaHHe KO-
smyectBennoit OT-TIIP (nosmnmepastast 1ienHast peakiust ¢ 0GpAaTHON TPAHCKPHUITIHEN ),
MCXOJIHBIM MaTEPUATIOM CJTYSKUT BCsT TTomyJistiiust MoJiekyst MPHK, BbijiesieHHbIX 13 TKAH!
WM KJIETOYHOH KyJIbTypbl. BaskHo, uTo6bI B 06pasiie ne cogep:xanoch [AHK; ee neo6-
XO/IIMO YAQJIUTh WJIN (PePMEHTATUBHO JlerpanpoBath. Jlo6asmsior aBa mpaiimepa /JJHK,
COBIQIAIONINX C WHTEPECYIOINM TeHoM, o6parHyio TpackpumnTady, /HK-mommmepasy
1 4YeTbIpe Jle30KcuHykaeosnaTpudocdara, neo6xoanMprx g cuaresa [AHK. Ilepsbrit
aTam cwHTe3a cocTouT B obparHoii Tpanckpummyu MPHK B /IHK ¢ ucmosb3oBanuem
OJTHOTO W3 TIpaiiMepoB. 3aTeM IOC/IeI0BaTeIbHbIE ITUKJIbl HATPEBAHUS W OXJIAKIEHUS
nossosistior [IHK pasmuoskutbest mpu oMoty o6bruroro ITIIP (em. puc. 8.45). Kosmue-
CTBEHHAs YacTh JAHHOTO METO/Ia OCHOBaHA HA MPSIMOM COOTHOIIEHUN MEKIY CKOPOCTBIO
o6pazoBanus npoaykros [P u konnenrpaipeii unrepecyiomteiit MPHK B ncxomom
o6pasiie. lo6asss B peakipio [P xumuveckue kpacuresn, GhJryopeciupyiomiue Tob-
KO TIpu cBsi3biBaHuu ¢ jaByxienodeunoit JJHK, mnpocras perucrpanust MHTEHCHBHOCTH
(ryopectieHIK O3BOJISIET TIPOCTENTD 32 XOJOM PEAKIK U, TaKUM 06pPa3oM, TOYHO
OIPEIEJINTD UCXOHYI0 KoHIleHTparmio ammmduimpyemoit MPHK (eMm. puc. 8.72). Xots
OTMCaHNE METO/[a MOXKET TIOKA3aThCs CI0KHBIM, TIPOBOANTH KosmdectBennyio OT-TTIP
(nnora nassBaemyio I[1I[P 6 peanvtom epemenu) B 1Ta6OPaTOPUI OTHOCUTETHHO JIETKO
u 6pictpo. OT-IIIP 3amennia HO3epH-OJIOTTUHT B KAUYeCTBE MeTO/a KOJTMYECTBEHHOTO
omucanus yposus MPHK rena.

8.5.19. [HK-unnbl n03BONAIOT OAHOBPEMEHHO CIeANTb 3a dKCNpeccnen
TbICAY reHOB

[lo cux 1op MBI paccMaTpUBaJIM METO/IbI, TIPUMEHsIEMbIE /It HaOTI0IeHUiT 32 9KC-
Ipeccreil TOIbKO OHOro TeHa (Wi OTHOCHTEIbHO HeGOIBIIOro ux yncia). B 90-e rop
paspa6orannt JJHK-unms1, coBepinuBiinme nepeBopoT B aHAIN3e aKCIIpeccun reHoB. OHn
TMO3BOJIAIOT OZIHOBpeMeHHO cieanTh 32 PHK-ipoaykramu toicsta renos. Biaromapst atomy
MEeTO/Iy Mbl HAYMHAeM OGHAPY KUBATh U U3Y4aTh TPUHITUITBI SKCIIPECCHH TEHOB, JIEsKaIle
B OCHOBE (DMBHMOJIOTUH KJIETKI: Mbl MOJKEM YBHJIETh, KaKKUE IeHbl BKJIOYAoTCs (MM BbI-

Puc. 8.72. YposeHb MPHK MOXHO M3mepuUTb Npu NOMOLLU KO-
nnyecteeHHol OT-MUP. N3mepsemyto dayopecueHumo co3aatoT
KpacuTenem, KoTopblii GayopecumpyeT ToNbKO Npu CBA3bIBAHUK
¢ pByxuenoyeyHbimu OHK-npogyktamm peakumm OT-TILUP (cm.
puc. 8.46, 6). KpacHbiit 0bpasel, MMeeT 60/bLUYH0 KOHLEHTPaLMIO
MPHK, Yem CMHWMI, TaK KaK emy 1A AOCTUKEHMA NONYMaKCUMasIbHOM
KOHLIeHTpaLumm AsyxuenoyeyHol JHK HeobxoaMmMo MeHbLLE LIMKNOB
MLP. Ha ocHOBaHMM 3TUX Pa3/IMYMIA MOXKHO TOYHO OMpPeaenuUTb OT-
HocuTenbHoe cogepxaHne MPHK B aByx obpasuax. Bpems (4ncno umknos MUpP) —

dnyopecueHumns —
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KJIIOYAIOTCs), KOTJIa KJAETKH PacTyT, Aeasarcs, andGepeHuupyoTes Win MOABEPraioTcs
JIENICTBUIO TOPMOHOB WJI TOKCHHOB.

JIHK-uniibl — 3TO He MPOCTO MPeMETHbIE CTEK/IA, YThIKAHHbIE GOJIBIINM YUCTIOM
¢parmenToB /[IHK, KaskabIil 13 KOTOPBIX HECET TTOCTEI0BATETbHOCTD HYKIEOTUIOB, CITy-
JKAILYIo 30H/I0M IS olpe/iesienHoro rena. Haubosiee KOMIIAKTHBIE U3 9THX YUTIOB MOTYT
COZIEPIKATD JIECATKY THICSTY TAaKUX (hparMeHToB Ha 061aCTU MEHbIIEl, YeM MoYTOBAas MapKa,
YTO TI03BOJISET MapaIeJIbHO IPOTEKATh ThicsuaM peakumii rubpuausanmu (puc. 8.73).
Hexoropsie /IHK-unmbr mpuroTaBmmBaioT u3 moaydeHHbIX npu momontn TP kpymHbIx
dparmenros [IHK, xortopbie po6oT 3areM momenaer Ha MpeaMeTHOE CTeKo. /[pyrue
CofiepKaT KOPOTKIE OJTNTOHYKJICOTH TbI, CHHTE3MPOBAHHBIE HA TIOBEPXHOCTHU CTEKISTHHOM
IJIACTUHKK METO/[aMH, TIOAOOHBIMI BBITPABJNBAHUIO JJIEKTPOCXEM Ha KOMIIBIOTEPHBIX
yurax. B sio6oM ciydae u3BecTHa TOYHAS MOCJIEI0BATEIBHOCTD U PACIIONOKEHUE KaJK-
Jloro 3oH71a Ha uune. TakuM o6pa3oM, Jio60N HYKJIEOTUAHbIH (hparMeHT, BCTyHAIOMINi
Ha YUIle B PEAKINIO THOPUIN3ALIUYT C 30HIOM, MOXKET ObITh UAeHTU(MUIIMPOBAH KaK TIPO-
JIYKT KOHKPETHOTO TeHa TIPOCTO TO TTOJO0KEHIIO0, B KOTOPOM OH CBA3aJICH.

Yro6s1 ncriosib3osarb JIHK-ummbt 7151 Habm0ieHns 3a 9KCIIpeccreii FreHOB, cHavYaIa
u3 uccneayeMpix kaetok soirensior MPHK u nepesogar ee B k/IHK (cMm. puc. 8.43).
3arem k/IHK wmerar duyopeciieHTHBIME 30HAaMU. MUKPOUUTT WHKYOHUPYIOT C 9THM
MeueHbM o6pasioM k/IHK, uro6er nponnta peakuus ruGpuausain (eM. puc. 8.73).
3ateM MUKPOYWIT TPOMBIBAIOT, VAAds HeKpemko cBs3anHyio k/HK, m ompememaior
moJio’KeHne Ha uynne cBs3aBimxcs ¢parmentoB [JHK mpu momornmm aBToMaTudecKoro
CKAHUPYIOIIETO JIa3epHOTO MUKpocKoma. [lososkeHns Ha MUKpOYHIIEe 3aTeM COOTHOCST
C orpeJiesieHHbIM TeHOM, ueil oOpaser; JJHK o6Hapysken B jaHHOl TOUYKe.

O6bruno duyopecuupyiomntyio [THK u3 skcnepuMeHTaibHbix 06pasioB (MeueH-
HYI0, HallpEMeP, KPaCHBIM (hJTyOPECLEHTHBIM KPACUTEIeM) CMEIINBAIOT ¢ KOHTPOJIbHBIM
o6pastiom ¢parmentoB k/IHK, Meuenubrx (yopeciieHTHBIM KpacuTeieM JPyroro
usera (Hanpumep, seqenoro). TakuM 06pa3oM, eCIM B MHTEPECYIONIEH KIETKe KOImde-
cTBO 3KcrpeccupoBarHoii PHK oT 3T0ro KOHKpPETHOTO TeHa BO3pACTAEeT M0 CPABHEHHUTIO
C KOHTPOJIbHBIM 00PAa3IioM, TIOJyuuBIieecs: msiTHo Oyer kpacHbiM. W naoGopor, eciu
AKCIPECCUsT TeHA CHUKAETCS 10 CPABHEHUIO C KOHTPOJIbHBIM 00PA3IoM, ISTHO OyIer
3eneHbM. Ecim uaMenenuil Her, TATHO Oy/eT sKenTbiM. VICIonmb3yst Takoe BHYTpeHHee
CpaBHEHUE, MOKHO COCTABJATb OYeHb TOUHbIE TPOMUIN SKCIPECCHN TEHOB.

Ha pannbrit MmomenT [|HK-4umbr ncnoab3yioT A7 N3y9eHNs 9eTo YTOAHO: OT U3Me-
HEHUST 9KCIPECCUH TEHOB, BbI3IBAIOIIETO CO3PEBaHNE KIYOHUKH, /10 OTJIHYUTEIbHBIX YEPT
HKCIIPECCUN TEHOB PA3JIMYHbIX TUIIOB Y€JI0BEUECKIX PAKOBBIX KIeToK (cM. puc. 7.3); mm
OT U3MEHEHWH, MPOUCXOSANINX B XO/€e KJIETOUHOTO INKJIA, A0 U3MEHEHUH, BhI3BAHHBIX
BHE3AITHBIMI TIepenaiaMu TeMreparyp. B camoM zesie, TOCKOJIbKY MIKPOYUIIBI TTO3BOJISTIOT
OJIHOBPEMEHHO CJIE/IUTH 32 OOJIBIINM KOJIMYECTBOM I'€HOB, OHU TIO3BOJISIIOT OOHAPYKUTH
TOHKWE U3MEHEHNS B KJETKe, M3MEeHeHNUs, KOTOpble MOTYT HUKAK He TPOSIBJIATHCI B ee
BHEIIIHEM BUJIE WM ITOBEJEHUN.

[ompo6Hoe n3yueHue SKCIPECCUN MEHOB TAKIKe JIAeT JOMOJHUTEIbHbIN CJIONH WH-
bopmarum, mosiesnoit s npeckazanus GpyHkimii reHoB. Panee Mbl 06Ccy:Kaain, Kak
ugenTuduKaImsa 6eJKOB-TIAPTHEPOB MOKET MIPOJIUTH CBET Ha (DYHKIIUIO IAHHOTO GeJiKa.
Cxo/blit npuHImIl paGoTaer u sk reHoB: uHgopMaius o (PyHKIuN reHa MoKeT ObITb
HOJIyYeHa myTeM ueHTH(UKAINT TeHOB, 00JIA/IAI0NINX TAKON K€ KAPTUHOM SKCIIPECCHH.
Wcnonbayst MeTos1 KAacmeprozo andiu3d, MOKHO OGHAPYKUTb HAGOPbI TEHOB, KOTOPbIE
PETYIMPYIOTCS CKOOPANHIPOBAHHO. | eHbI, KOTOPbIE BRIIOYAIOTCS W BBIKIIOYAIOTCS BMECTe
[P PA3JIUYHBIX YCJIOBUIX, CKOPee BCEro, paboTaioT B KJIETKE COBMECTHO: OHM MOTYT



MmaBa 8. MaHunynauus 6enkamu, JHKu PHK 1001

Habop cneumduryeckux k reHam monekyn AHK

amnnudpukaums MUP

f

p060TM3Mp0BaHHaﬂ «nedyaTtb» Ha NpegMeTHOEe CTEKI10

f

MPHK 13 o6pasua 1, MPHK 13 o6pasua 2,
MeYeHHas KpacHbIM MeYeHHasi 3eneHbIM
dnyopoxpomom nyopoxpoMom
TMBPVAN3ALINA
MNPOMbIBKA

i

CKAHVPOBAHWE KPACHBIX U 3ENIEHBIX CUTHANOB
N OBBbEONHEHWE N3OBPAXXEHNN

|

Hebonbluas 06nacTb MMKpoOMaTpULLbl,
nokasbiBatoLasi akcrnipeccuio 110 reHoB Apoxoken

Puc. 8.73. Ucnonb3oeaHue AHK-umnoB gna ogHoBpeMeHHOro HabnoaeH A 3a 3Kcnpeccuei TbicAY reHoB.
410661 NPUrOTOBUTL MUKpOouMN, dparmeHTbl JHK, Kaxabli U3 KOTOPbIX COOTBETCTBYET reHy, aBTOMaTUYeCKU
NOMeLLAIoT Ha NpeaMeTHoe cTekno0. CyecTByeT 60/bLLOE YNCNO Y¥Ke FTOTOBbIX KOMMEPYECKMX MUKPOYMMOB.
B npuseseHHom npumepe MPHK BbIAeNAoT U3 ABYX Pa3/IMUHBIX KNETOYHbIX 06pa3sLIoB 418 NPAMOro CPaBHEHUA
NX OTHOCUTENIbHbIX YPOBHEN 3KCnpeccumn reHoB. Hanprumep, 06pasLibl MOXKHO B3ATb U3 KNeTOoK, 06paboTaHHbIX
rOPMOHOM, 1 KNETOK TOTO }Ke TUMa, HO HETPOHYTbIX. TN 06pasLbl nepeBoaaT B KAHK 1 meTaT, oanH — KpacHbIm
dnyopoxpomom, Apyroi — 3eneHbim. MeyeHble 06pasLibl CMELIMBAOT U HA MUKPOUUE NMPOBOAAT PEAKLMIO
mbpugusaymmn. Mocne MHKYGALMM YMM OTMbIBAIOT U M3MepAT GayopecueHLMo. B npuBeaeHHOM YacTu
MUKpouMna, cootBeTcTBytoWel 110 AporXKKeBbIM reHam, KPACHbIe NATHA YKa3blBaOT Ha TO, YTO reH B 0bpasue
1 sKkcnpeccupyeTca cunbHee, YemM COOTBETCTBYIOLLMI reH B 06pasLe 2; 3es1eHble NATHA YKa3bIBaOT Ha TO, YTO
3Kcnpeccus reHa B obpasue 2 Bbilwe, Yyem B obpasue 1. Hesimeoie NATHa COOTBETCTBYHOT reHaMm, SKCnpeccus
KOTOpbIX B 060Mx 06pasiiax oanHaKoBa. TeMHble NATHA YKa3blBalOT Ha cnabyto aKcnpeccuto uan NoaHoe ee
oTcyTcTBME B 060MX 06pasLax reHa, Yei pparmeHT pacrnosioxKeH B AaHHOW TouKe MUKpoumna. (Mukpoumn no-
nydeH J. L. DeRisi et al., Science 278: 680—686, 1997. C ntobe3Horo paspelueHunn nsgatenbcrea AAAS.)
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KOJIMPOBaTh OEJIKU, BXO/SIIME B COCTAB OHOTO MYJbTUCYObEIUHUYHOTO KOMILIEKCA,
i GEJIKU, BBIMOJIHSIONINE CIOKHYIO CKOOPANHUPOBAHHYIO (DYHKIIUIO, HAIIPUMEDP, pPe-
mmkarmio /[IHK wmn crimaiicnnr PHK. Onmcanne rena ¢ nensBecTHOH (PyHKIMEH myTeM
€ro TPYIIMPOBKY C M3BECTHBIMU TeHaMu, 00JIaJIAI0MIUMK TAKUM K€ TPAHCKPHUITIIHOHHBIM
TIOBE/ICHEM, WHOT/IA HA3bIBAIOT «BUHOW B COyUaCTHU». KIacTepHbIT aHAIN3 ICIOIb3YIOT
1T aHamm3a mpoduiieil dKCIPeccuy TeHOB, JIeXKANNX B OCHOBE MHOTUX WHTEPECHBIX
GMOJIOTMYECKHX TIPOLIECCOB, BKIIOYAs 3a)KuBJeHne pan y mozeii (puc. 8.74).

[Tomumo wabmomenus: 3a ypoHeM MPHK, cooTBeTCTBYIOINM KaXKIOMYy TeHY
regoMa, JJHK-uunbr umeror Muoxxecrso Apyrux npuMerenuil. Hampumep, ux MoxxHo
UCIOIb30BaTh IS CIeskenns 3a xogoM permkamun [JHK B kaetke (eM. puc. 5.32) u,
B COUETAHUU C MMMYHONPEIUTHUTAIINEH, /I Olpele/eHnsT YIACTKOB TeHOMA, 3aHAThIX
peryaaropHbiMEu Gestkamu JaHHoro reHa (eM. puc. 7.32). MUKpPOUMIBI TakKe MOKHO
UCTIONBb30BATD JIJisi ObICTPON MIeHTU(DUKAIIUN BbI3BIBAIOIINX O0JIE3HU MUKPOOOB TyTeM
rubpuausarun JJHK unduiupoBanibix TKaHell ¢ 4uiiaMu, COJEPKAIUMU MOCIEI0Ba-
tesqibHocTn renoMuoil /JIHK Gosbiiinx Ha6OpoOB naToreHos.

8.5.20. AHanus 3Kcnpeccun reHoB B OA4HON KNeTKe BbiABNAeT bumonoru-
YecKNi «Lym»

Ormmcannble Bbie Metoabl MoHnTOprHTa MPHK nator cpemanne ypoBHUI akcmpec-
cun kaxaoit MPHK mist 6ombimoit nomysistiiny kaetok. Menonb3ys duryopeciieHTHbIi
PeropTepHbIil GEJIOK, Ubst AKCIIPECCUST HAXOIUTCS TIO/I KOHTPOJIEM HHTEPECYIOIIEro TIPO-
MOTOPa, MOKHO TOYHO U3MePSATh YPOBHU SKCIPECCHN OT/EIbHBIX KJIETOK. Takne HOBbIe
TIO/IXO/IbI BBISIBUJIM yIMBUTEIbHBIN YPOBEHb BapnaGeJbHOCTH B TPe/IesiaX OTAETbHBIX
KJIETOK OJHOPOJIHOW TIOMYJISIIIIN, YaCTO HA3bIBAEMBIN OUOL02UUECKUM WYMOM. ITH
MICCJIe/TOBAHNUS TaKyKe TTOKa3a/i, YTO B TIOMYJIAINAX TPUCYTCTBYIOT OT/AETbHbIE CyOTIO-
MyJISAIAN, Ybe CYTeCTBOBaHME ObLIO ObI HE 3aMeYeHO, ecsi Obl PACCMATPUBAJN CPe/HEee
1o Bceil nomysgnuu. Hampumep, GuMoaibHOE pacipeieieHue YPOBHEH HKCIPeccuu
yKas3aso ObI Ha TO, YTO KJETKW MOTYT CYIIECTBOBATb B JBYX PA3JNYHBIX COCTOSHUSAX
(puc. 8.75). Torma cpeHNiT ypOBEHD 9KCIIPECCUH TIOMY TSN GBLT GBI TPOMEKYTOYHBIM
Mesk Iy HuME. [loBe/ienne oTeTbHBIX KJIETOK NUMeEeT BaKHOE 3HAUCHNUE I TIOHNMAHWS
6roJIoTUN, HaNpuMep, yKas3blBag Ha TO, YTO HEKOTOPBbIE KJIETKH TMOCTOSIHHO M OY€Hb
6BICTPO TIEPEXO/AT M3 OTHOTO COCTOSTHUS B JPYTOE.

B macrosiee BpeMd CyTiecTByeT /[Ba MO/IX0/1a /LIS MOHUTOPHIHTA SKCIIPECCHH TEHOB
B OT/IEJBHBIX KJIETKaX. BO-TIepBBIX, JKMBbIE KJIETKM MOXKHO TIOMECTUTH Ha TPEJAMETHOE
CTEKJIO U HabmonaTh B (JIyopeciieHTHbI MuKpockon. [IpenMyiiectBo aToro Meroza
COCTOHUT B TOM, YTO OIPEJIETEHHYIO0 KJIETKY MOKHO HAOJII0/ATh BO BPEMEHH, M3MeEpss
N3MEeHEHNs KCTpeccuy. Bo-BTOPBIX, B MPOTOYHON IIUTOMETPHUN Pa36aBJeHHBIH PACTBOP
KJIETOK TTPOITYCKAIOT MUMO NCTOUHIKA CBETa M M3MEPSIIOT WHTEHCUBHOCTD (PITyOpecIieHInT
OT/IE/IbHBIX KJIETOK, KOT/[a OHK MPOXOAAT MUMO jietektopa (eM. puc. 8.2). JIoCTOUHCTBOM
3TOTO METOJIA ABJAETCS TO, YTO MOKHO TOYHO N3MEPATb YPOBHN AKCIPECCHI MHOKECTBA
KJIETOK, HO MPOTOYHAST TIUTOMETPHS He MO3BOJIIeT HAOMIONATh OTpe/eJIeHHYIO KJIETKY
BO BPEMEHH, CJIeI0OBATEIbHO, OHA JIUIID JIOTOJHIAET MUKPOCKOTIMYECKHE METO/IbI.

3akKnouyeHve

T'enemuxa u zenemuyecxkas UHKeHepust npeaocmaeﬂmom 3¢¢eumufmbte Memoovl
U3yuerus Cf?yHKquHupOGdHu}l 26HO06 KdK 6 KJAemKdx, mdK U 6 UelblX OPZaHUIMAX.
B xaaccuueckom eenemuueckom noodxooe Cﬂ_y’tdd?—lblﬁ MYymazenes couemaemcs co CKpu-
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Puc. 8.75. PasnuyHble ypoBHU IKCNPECCUn reHOB OTAE/NbHbIX
KNeToK B nonynauun 6akrepum E. coli. B gaHHOM 3KcnepumeHTe
B K/IETKM BaKTEpUIA BBEIM ABa Pa3/IMYHbIX PENOPTEPHbIX 6esKa
(oamH, dnyopecumpyrowmii, — 3eneHbiM, APYro — KPAcHeIM),
KOHTPOAMpPYeMbIX Konuel ogHoro npomoTopa. lNpum ocselleHnn
HEeKOTOpPble KNEeTKU IKCMPECCUPYHOT TONbKO OAHY KOMUIO TeHa,
W, cnepoBaTesibHO, BbIMAAAT KPACHLIMU UNW 3e/1eHbIMU, TOoTAa
KaK [ pyrue KNeTKn aKCnpeccupyoT obe Konuu 1 BbIrNAJAT Hes-
MmbIMU. TOT SKCMEPUMEHT TaK¥Ke NOKa3blBaeT pasHble YPOBHMU
bnyopecLeHLMm, 4TO FOBOPUT O PA3/IMUHBIX YPOBHAX IKCMPECcmm
reHoB B NnpeAenax Ha nepsblii B3MA4 O4HOPOAHOW NONyAALUM
Kknetok. (M. B.Elowitz, A.J.Levine, E.O.Siggia and P.S.Swain,
Science 297: 1183-1186, 2002. C nto6e3HOro paspelueHuns ns-
fdatenbcrsa AAAS.)

HUH2OM 0J151 UOEHMUDUKAUUU MYMAHMO8, 001a0A0uuUx dedhekmanu 6 onpedeeHHbLX
buon0ZuteCcKUX npoyeccax. 3amem IMu MYMAanmol UCROALIYOM 01 JOKAAUSAUUU
U U3YUeHUsl 2eH08, OMBEMCMEEHHBIX 34 JMOM NPOUECC.

DyHKyuUu 26HO8 MAKKE MOKHO YCMAHOBUMD NPU NOMOWU OOPAMHOU 2eHemU-
Ku. Memoodvl unxenepuu [JHK mozym Ovimv ucnoiv3o6anvt 01s U3MEHEHUs. 2€HO8
U 66edenUss UX 8 XPOMOCOMbL, 20e OHU CMAHOBIMCS NOCMOSHHOU UACMBIO 2eHOMA.
Ecau ons nepenoca zenoe ucnonvzyiom onaodomeopennvie siiuexaemxu (6 cayuae
JKUBOMHBIX) UIU MOMUNOMEHINHbIC PACMUMENbHBIE KACTKU 8 KYJIbMYPe, MOKHO No-
JYUUMD MPAHCZEHHDLE OP2AHUIMDBL, IKCNPECCUPYIOUUE MYMAUMHBLU 2eH U hepedaloulie
€20 no naciedcmsy. /lns KaemouHou Ouoa0zuU 0COOCHHO 8AKHLL MEMOObl KpdliHe
cneyuguueckozo usMeHenus KAemox it Op2anu3mos, N03GOII0UUE YI08UMb GIUIHUEC
HA KAEMKY UL OP2aHU3M USMEHeHUs: omoebHoz0 6eaxa unu moaexyivl PHK.

Mmozue uz smux memodos cmanu npuMeHsImv 0Jisi U3yuenus PYHKUUL 2eHos

6 macumabe zenoma. Cozodanue OubIUOMEK MYMAUUIL, 8 KOMOPHIX KAKObIU OMOCTbHbIU
2eH Op2anU3Ma CUCIEMAMUYECKU YOdIeH UL HapYuweH, NpedoCmasisem He3AMeHUMble
uHCmpyMenmol 0151 UCCI008ANHUS POJIU KAKO020 2eHd 6 NPOOYMAHHOM MOLEKYIAPHOM
mexanuzme, darouiem Hauano xusnu. Taxue memoowi, kax /IHK-uunvi, noszeonsirom
00HOBpeMenHO HaAb.100ams 3a IKChpeccuetl MoiCsiu 2eH08, YUMo Odem Ham NOOpodHbvle
U 8CECMOPOHHUE <CHUMKU> OUHAMUYECKOZ0 NOBEOEHUS 2eHHOU IKCNPECCUL, NeKAULE20
6 OCHOBE CAOKHBIX KIACMOUHBIX NPOUECCOB.

3agaun

Kakue u3 smux ymeepoeHuii coomeemcmeyiom delicmeumenbHocmu? O6wsc-
Hume no4yemy

8.1. [TockombKy MOHOKJIOHATBHOE AHTHTEJIO Y3HAET TOJIBKO CHeIMUIecKnil aHTH-
reHHbI{l callT (3MHUTOI), OHO CBSA3BIBAETCS TOJNBKO € TeM GEJKOM, IIPOTUB KOTOPOTO OHO
6BLTO CO3/IaHO.

8.2. Burarogapst HEOTBPATHMOCTH TEXHOJOTMYECKOTO TIPOIPecca KaskeTcst Hen30eK-
HBIM, 4TO B KOHIIE KOHIIOB YyBCTBUTEIHHOCTb METOJIOB JIETEKIINN MOJIEKYJI TTPEBBICUT
ffokroMoubHbIH yposerb (10724 Mouib).

8.3. IloBepxHocTHBII MmIasMonHbI pesoHanc (SPR) maMepsier KOHCTaHTBI acco-
IaInn R ¥ AUCCOIUAIN R ¢ MOJIEKY/T B PEaJbHOM BPEMEeHH, HCTIO/Ib3ysl HeGOIbIIe
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KOJIMYECTBA HEMEUEHbIX MOJIEKYJI, HO OH He JlaeT nH(opMarun, HeoGX0IMMON J1J1s oTipe/ie-
JIEHVSI KOHCTAHTBI CBSI3bIBAHUS.

8.4. Ecm B xaxxgom tmkie [P yaBamBaercs xommvectBo /IHK, cunTesmpo-
BaHHOW B mpeablayneM nukae, 10 10 nukmos yBemmyar coaepskanue [HK B 10° pas,
20 mukaos — B 106 pas, a 30 mukmos — B 107 pas.

Pewume cnedyrowue 3adavyu

8.5. Ilpu Bbi/ie/IeHIN JKUBOTHBIX KJIETOK 13 00pa3iia TKaHU X 06padaTbiBAIOT TPHII-
cuaoM, KoJutareHasoit u J/ITA. [loyemy Takas o6paboTKa HEOOXOMMA, W YTO JIeJaeT
Kaskablil 13 KoMiloHeHTOB? [louemy Takas oOpaGoTKa He yOuBaeT KJeTKu?

8.6. Kak BbI jymaere, cTaHeT Ji BO3MOXKHBIM IOJIyYeHHE aHTUTEIA K JIPYroMy
anruresy? OGbsicHUTE CBOII OTBET.

8.7. O6bsacHuTe Pa3HUILy MEX/Yy METOJAMH CKOPOCTHOH CeJIMMEHTAIINH 1 CeJINMEHTa-
IIMOHHOTO paBHOBecHd. /15l KakuXx 1iesiell UCHo/b3yeTcst Kaxx/iplii n3 Hux? Kakoll 13 Hux,
10 BaleMy MHEHHI0, GOJIbIIIe TOAXOUT /I Pas/ieJieHus JByX OEJIKOB PasHOro pasMepa’?

8.8. Koadduiment ceauMenTanmm TPOMOMHO3WHA, Macca KOTOPOTO COCTAaBJISET
93 k/la, pasen 2,6 S, torga xak KoaPUIMEHT CeMMEHTAINN TeMOTJIOOMHA MacCoi
65 k/la pasen 4,3 S. (Koadduiment ceumenTaimy S sBJIsIeTCst IMHEHHOIT MepOi CKO-
pocTH ceiuMeHTaImi: 06a YBEJINYUBAIOTCS UM YMEHBIIAIOTCS MapasieJbHo.) Mojesm
O-YTJIEPOJTHBIX CKEJIETOB 3TUX ABYX 6eaKoB m3o06paxkenbl Ha puc. Q8.1. [Toyemy 6osee
KPYIHbBII GeJIOK OCaKk/laeTcst MejijienHee, yeM HeOoJIbInoi? Moskere Jin Bbl IPUIyMaTh
AHAJIOTNIO M3 TIOBCEHEBHON KU3HU, KOTOpas Morja Obl TIOMOYb OTBETHTH HA 3TOT
BOIpoc?

8.9. B kmaccuyeckoii paGore, KOTOpas /loKasana MoJyKOHCEPBATUBHYIO PEIINKa-
nuio /ITHK, Meceabcon (Meselson) u Crasnp (Stahl) Hauamu ¢ Toro, 4ro mokasaim, Kak
/IHK cama 1o ce6e 6yzer ¢opMUpPOBATH MOJIOCY TIPU CEIMMEHTAIMOHHOM PaBHOBECHUH.
Onu cMernamy caydaitibiv o6pasom paciteriennyio [IHK E. coli ¢ pacrBopom CsCl.
ITroTHOCTH KOHEYHOTro pacTBopa coctaBmia 1,71 r/mia. Kak nokasano Ha puc. Q8.2,
C yBeJIMYEeHNEM MTPoJIoJKuTebHOCTH TieHTpudyrupoBanus ipu 70000 g [IHK, kotopas
cHavasa OblIa pacipe/iesiena rno Beei 1eHTpudysKHol TPOGUPKe, CKOHIIEHTPUPOBAIACH
B TI0JIOCE B TIEHTPE.

A. OO6bsacaute, uto npoucxoautr co spemeneM u nouemy JHK dopmupyer Bbi-
PaKEHHYIO TI0JIOCY.

B. Uemy pasna miaByyas miorHocts [JJTHK? (ILiortHocTh pacTBopa, mpu KOTOPOii
JTHK «iiaBaeT> B paBHOBECHH OIPE/IEISET €€ «IIABYYYIO TJIOTHOCTh.)

B. [laxe ecsm 6p1 JIHK nienTpudyrnpoBaiu B 1Ba pasa J0Jblle, IMUPUHA TOJIOCHI
OCTaHeTCS MPUMEPHO TaKoil ke, Kak BHU3Y puc. O8.2. Ilouemy moJsioca He CTAaHOBHUTCS
60stee y3koii? [IpeamosknTe HECKOIBKO BOSMOKHBIX 00bsiICHEHNI MIPUHBI roJiockbl JJHK
B PABHOBECHH.

8.10. Metox Tn6pUIOM MO3BOJISET CO3/[aBaTh MOHOKJIOHAJIbHBIE AHTHTENA TIPaK-
THYeCKH K Jiio6oMmy Oenky. Ilouemy ke Torya Medenne GeIKOB MHUTONAMU HACTOJBKO

TPONOMNO3NH

remornoduH

Puc. Q8.1. Mogaenu yrnepoaHbIx CKeneToB TPONOMMO3MHaA U remoriobuHa (3agava 8.8).
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Yachbl  LEHTPUdYXHOE None —=  pyc, Q8.2. doTorpadum NOMOLLEHUA YALTPAGUOETA, NMOKA3bIBALO-
Lme nocnefoBaTesibHble CTagun obpasosaHua nonockl AHK E. coli

0 (3apava 8.9). AHK, nornowatowan ynerpaduonet, Ha oTorpadusax
21 BbIMNALWT KaK TemMHble 061acTu. [IHO ueHTpUdy»KHOM NpobrpKM pac-
43 nonoeHo cnpasa. (M. Meselson and F. W.Stahl, Proc. Natl Acad. Sci.

U.S.A. 44:671-682, 1958. C ntobe3Horo paspelueHna HaumoHanbHom
6.4 aKkagemun Hayk CLLA.)
8,5
10.7 pacrpocTpaHeHHasi MPaKTUKa, OCOOEHHO €CJIM Y4YecTb,
12,8 YTO AMUTONHBIE METKM MOTYT BJIUSATH HA (PYHKIIMOHU-
14,9 poBanue Geska?
171 8.11. Ckosbko Kommii Gesika JOJKHO HPUCYT-

' CTBOBATb B KJIETKE, 4TOObI €ro MOKHO ObLIO yBU/IETH

19.2 B rese? [1peanososkimM, 9To BbI MOKETE TIOMECTUTD B TeJTb
213 100 MKT KJIETOYHOTO SKCTPAKTa 1 3aPETUCTPUPOBATD MTPH
235 nomoinu okpaiBanusi cepebpom 10 ur. Konienrpa-
365 st Gejika B KJIETKe cocrasisier mpuMepHo 200 Mr/ i,

TUIUYHBIA 00bEM KJIETKU MJIEKOIIUTAIONIErO PABEH TIPU-
435 mepro 100 Mxm3, a Gaxrepun — 1 Mxm3. IIpu gaHHBIX

3HAUEHUIX TTapaMeTPOB PACCUNUTANTE KOJUYECTBO KO
6enka maccoir 120 k/la B KeTKax MJIEKONUTAIONEr0 M GakTepun, HEOOXOIUMbBIX JIJIST
TOro, 4ToObl GEJIOK JIaBal BUJMMYIO 110JI0CY B Tejie. /[0 TOUHBIX pacyeToB MOKETe olle-
HUTDb TIOPSIZIOK BEJMYUHDI.

8.12. Boi xorute ammmnduimposars [JHK Mexay aByMsi yyacTkaMu MOCI€10Ba-
TEJIbHOCTH, TIOKa3anHbiMu Ha puc. Q8.3. BoiGepute u3 npuBeieHHbIX IPAiMEPOB Te,
KOTOpBIe T03BOJAT BaM ammunduimpoBath JHK mpu momormm TIT1IP.

8.13. Ha camom niepsom ararie TP ¢ ucnionbzoBanuem renomuoit ITHK c mipaiimepon
HAYMHAETCA CHHTE3, KOTOPBII 3aKaHYMBAETCS TOJIBKO 10 3aBepuieHnn nukaa (nm koraa
Berpevaercs crydaiinbii koren JJHK). Oxnaxo B konue 20 mwm 30 nukios (06braHOe
4uCI0 A aMIMHUKAMI) eMHCTBEHHBIH BUANMbIA HPOAYKT TOYHO OIPENENSAETCS
KOHI[AMU TIpaiiMepoB. B KakoM 1iuKJie BIiepBble CUHTE3UPYETCs JIBYXIleNnoueuHbiil (ppar-
MEHT MPABUJIBHOTO pa3Mepa’?

8.14. OOwbscHute pasHmMIly Mexay Myraiueil ¢ npuobpereHneM QyHKINN
U JIOMUHAHTHO-HeraTuBHOU MyTatueii. [louemy o6e a1 MyTaiun 06bIYHO ObIBAIOT J10-
MUHAHTHBIMH ?

amnnudnumpyemasn OHK

5 -GACCTGTGGAAGC CATACGGGATTGA -3/
3’ -CTGGACACCTTCG GTATGCCCTAACT -5
3aTpaBku

5) 5’ - CATACGGGATTGA - 3
6) 5 -GTATGCCCTAACT - 3
7) 5’ - TGTTAGGGCATAC- 3
8) 5 - TCAATCCCGTATG- 3’

1) 5’ - GACCTGTCCAAGC- 3
2) 5’ - CTGGACACCTTCG- 3’
3) 5’ - CGAAGGTGTCCAG- 3’
4) 5' - GCTTCCACAGGTC- 3’

P

(
(
(
(

Puc. Q8.3. IHK ans amnandumkaumm n noteHumanbHble npaimepsl MNUP (3agava 8.12).
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8.15. O6cyante cieayiotiee yTBepsKaeHe: « Mbl He UMeJT ObI CeTOHS HI MaJIeii-
HIETO TIPE/ICTABJIECHUST O 3HAYCHUN UHCYJIMHA KAK PETYJISSTOPHOTO TOPMOHA, eCJii Obl ero
OTCYTCTBHE He ObLIO CBSI3AHO C TSIKEIbIM 3a00/eBaHieM yesioBeka — auabetoM. TosibKo
cepbe3Hble TOCJE/ICTBYS €0 OTCYTCTBUSI HAIIPABWJIN PAHHUE UCCJE0BAHUS B CTOPOHY
ueHTU(MUKAIMKT 1 U3yYeHUs] HOPMAJIBHOI POJIM UHCYJINHA B (DUBHOTIOTHU .
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Busyanmnsauma Knetok

[TockobKy KJIETKH MajeHbKUE U CJIO0KHDIE, YBUIETb UX CTPYKTYPY U OIIPEJe/IUTh
MOJIEKYJISIPHDBLI COCTaB CJAOXKHO, HO elle TPyJAHee y3Harb, Kak (DYHKLIHOHUPYIOT UX
KOMIIOHEHTBI. VIMerormecst B HAIIeM pPacOPsyKEHUN WHCTPYMEHTBI OIPEEsISIOT, YTO
MBI MOKEM y3HaThb O KJIeTKaX. YacTo TMosB/eHne HOBBIX METO/I0B MPUBOINT K TPOPBI-
BaM B KJIeTOUHOI Guosornu. TakuM o6pasoM, /I TOTO YTOGBI MOHATH COBPEMEHHYIO
KJIETOUHYIO GUOJIOTHIO, HeOOXOMMO 3HATh KOe-4TO 06 9TUX MeToJax.

B aroii T/1aBe MBI KPaTKO OMWIIEM HEKOTOPbIE BayKHEHINEe METO/IbI MUKPOCKOIIHH,
UCIIOJb3yeMble s U3ydeHus: KjerTok. IloHuManue CTPyKTYpHON OpraHusaluu KJie-
TOK — IllepBasl IPEAINOChLIKA s u3ydeHus: (PyHKIUUOHUPOBAHUS KJIeTOK. Mbl HauHeM
C ONTHYECKON MUKPOCKOINH, IOTOMY YTO KJIETOYHAsl OGUOJIOTMS HAdalach CO CBETOBOTO
MHUKPOCKOIIA, 1 OH /IO CUX TTOP CIY’KUT He3aMeHNMbIM MHCTPYMEHTOM. B 1mocsietime rofpt
OITHYECKasT MUKPOCKOMNNS Iprolpesa jaxxke GoJblilee 3HAUeHUe Osaroaps Pa3BUTHIO
MEeTO/IOB CHeNn(IYecKOTo MeueHns 1 BU3yaIn3alii OTAEIbHbBIX KJIETOYHBIX COCTABJISAIO-
WX 1 PEKOHCTPYKITN UX TPEXMEPHOI CTPYKTYPBI. BaskHoe mpenMyIiecTBO ONMTHYECKOT
MUKPOCKOIIMHI COCTOHT B TOM, YTO CBeT, B 00IIeM, He HapyIIaeT i He I3MeHseT CTPYKTYPY.
BBoas B crierdmueckiie KJIeTouHbIe KOMITOHEHTBI (DITyOPeCcIieHTHbIE 30H/IbI, HAllpIMep
ryopeciienTHBIE GeTKM, MbI MOKeM HAOJIOJATh UX J[BIKEHUE, AMHAMUKY U B3aUMO-
JleficTBUSA B XKUBOI KJeTKe. PaspelleHue onTH4ecKoil MUKPOCKOIINY OrPaHUYEHO JIMHON
BOJIHDBI BUJIUMOTO cBeTa. B a/1eKTPOHHOII MUKPOCKOIIIY BMECTO CBETa UCIO/b3YIOT IIy4OK
3JIEKTPOHOB, YTO [103BOJIIET BU3YAIU3UPOBATh MAKPOMOJIEKYJIIPHbIE KOMILIEKChI BHYTPI
KJIETKU MPAKTHYECKN B aTOMHOM Pa3pelieHnd U B TPEX N3MEepPeHMX.

OnTryeckas MUKPOCKOIUSL U 3JIEKTPOHHAS MHKDPOCKOIIUS — BaXKHDblE METO/DL,
HO MO-HACTOSIIIIEMY WHTEPECHBIMU WX JIEJAIOT T€ OTKPLITHS B OOJACTH CTPYKTYPHOI
OpraHusaluyl KJIETOK, KOTOPble OHU IIO3BOJIMIM Y4YEeHbIM ciesarb. Vcrosbsyiite sty
[JIaBy B KauecTBe CLIPABOYHUKA U YMTAWTe ee BMecTe C HOCJeyIONMMY IJlaBaMi, a He
KaK BBe/leHNe B HUX.

9.1. Habniogas KneTkn B CBeTOBOI MUKPOCKON

[maMeTp TUMUYHON KUBOTHOW KJeTKH cocTaBiseT 10—20 MKM, 9TO TpUMEpHO
PaBHO OJIHOIi IATOI caMoOil MaJeHbKOM 4YaCTUYKM, BUJAMMON HEBOOPYKEHHBIM IJIa30M.
Tosbko 110cse Toro Kak B 1epBoil nosopuHe XIX Beka crajiu J0CTYIIHbI XOPOIIUe CBe-
ToBBIe MUKpOCKoIbI, Schleiden u Schwann mpeamooxwmIm, 4TO BCe TKAHW PaCTEHMi
1 JKMBOTHBIX IIPE/ICTAB/ISTIOT COOO0IT arperaThl OT/IE/IbHBIX KJIETOK. DTO OTKPBITHE, TPOU30-
mesmree B 1838 r. u HOcsIIee Ha3BaHNe KJAETOYHON TOKTPUHBI, OoTMeuaeT (popMaTbHOE
POKIeHIE KJI€TOUHOM OUOJIOTHH.

JKuBOTHBIE KJIETKH HE TOJBKO OYeHb Majibl, OHU elfie OeCIIBETHBI U IIPO3PAYHBI.
BciiesictBue 310oro OTKpbITHE UX OCHOBHBIX BHYTPEHHUX CBOICTB 3aBUCEJIO OT pa3paboTKu
BO BTOpOI 1oioBruHe XX BeKka pa3MuHbIX KpacuTesel, AeJaBIINX KJIeTKU JJOCTaTOYHO
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KOHTPACTHBIMU JIJISI TOTO, YTOOBI PaccMaTpuBaTh UX BHyTpeHHee crpoenne. TOUHO Tak
sKe nosiBuBIIHiics B Havase 40-x rr. XX Beka 3HAUNTETbHO 60JIee MOIIHBIH SJIEKTPOHHBIIH
MUKPOCKOII TOTPe6OBAJI PA3BUTUSI HOBbIX METO/IOB (PUKCAIMU U OKPAIINBAHUS KJIETOK.
ToubKo ToCIE 5TOTO TOHKOCTH BHYTPEHHEH CTPYKTYPbI KJIETOK CMOTJIN CTAaTh JOCTOSTHUEM
yaeHbIX. /[0 cuX MOp MUKPOCKOMWS 3aBUCUT OT METOOB TIPUTOTOBIEHUS TIPEMapaToB
TOYHO TaK K€, KaK U 0T Pab0unX XapaKTepUCTuK MUKpockora. Cie/joBaTeibHo, Mbl Gy1eM
B PaBHOII CTENeHN Y/IeJIATh BHUMAHUE KaKk 060UM MHCTPYMEHTAM, TaK U IIPUTOTOBJIECHUIO
npenapaToB. HauneM co ¢cBeTOBOIO MHUKPOCKOTIA.

Cepust uzo6pakenuii Ha puc. 9.1 umocrpupyer BooOpakaeMbiil epexo;1 ot 60JIb-
HIOTO TIAJIbITA 10 aTOMOB. Kak/i0e nocsietyioliiee n3o6paskeHue mpe/icTaBisieT coOoi yBe-
JIMIEHHOE B eCATh pa3 mpenabiayinee. HeBoopy:KeHHBIM T1a30M MOKHO YBUIETH TOJIBKO

20 m 2 MM 0,2m

0 MK MKM 2 MK

20 H 2 HM <02 HM—— >

Puc. 9.1. CooTHOLWEHNEe MacluTaboB XUBbIX KNETOK M aTOMOB. Ha KayK 40l KapTUHKe NoKa3aHo n3obpaskeHue,
YBE/IMYEHHOE B IeCATH Pa3 MO CPABHEHMIO C NPeAbIAyLLIMM, B BOOBparkaemom psdy oT 60/1bLIOro Nasibla, Yepes
KNETKY KOXM, A0 pBOCOMbI M HaBOPa aTOMOB, COCTAB/AOLLErO OAHY U3 MHOMECTBA 6E/IKOBbIX MOEKY/ Ha-
Lwero opraHmama. ATOMHOE CTPOEHME MAaKPOMOJIEKY/I, KaK MOKA3aHOo Ha ABYX NOCAEAHMX KapPTUHKaxX, 06bIYHO
NIEKUT 32 NpesesaMm MOLLHOCTM 3/1IEKTPOHHOMO MMKPOCKOa.
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TO, 4TO U306pPAKEHO HA TIEPBBIX /[BYX KAPTUHKAX, Pa3pelieHre CBETOBOr0 MUKPOCKOIA
pacrpocrpaHgercd /0 YeTBEePTO, 3JeKTPOHHOTO — MPUMEPHO J0 CeIbMOI—BOCHBMOIA.
Ha puc. 9.2 nokasanbl pasMepbl Pas3JUyHbIX KJIETOUYHBIX U CYOKJIETOUYHBIX CTPYKTYP
U Tpeiesibl BU3yaau3alu pas3JndyHblX MUKPOCKOIIOB.

9.1.1. CBeTOBON MMKPOCKON pa3peLuaeT geTanm nsobpakeHus Ha pac-
croaHum 0,2 MKM Apyr oT Apyra

DyHaMeHTaIbHOE OrpaHIMYEeHIEe BCEX MUKPOCKONOB COCTOUT B TOM, YTO JAHHBII
THIT M3JTy4eHUs] He MOKET ObITh MCIOJIb30BAH IS UCCIIEIOBAHNS JleTasleil CTPYKTYPHI,
MEHDIITNX, YeM €ro JIJIMHA BOJHBI. TakuM 06pazoM, orpaHnyeHne pa3pelieHis CBETOBOTrO
MUKPOCKOIIA 33/IA€TCST JUTMHOW BOJIHBI BUIMMOTO CBETA, KOTOPAsk HAXOIUTCS B TIpe/iesiax
or 0,4 MM (puonerosbrit) g0 0,7 MM (Temuo-kpacubiii). Ha mpaktuke 510 03Hava-
er, 4To OaKTepUu W MUTOXOHJPUH, TMMPUHA KOTOPBIX cocTapisieT mpuMepHo 500 HM
(0,5 MKM), ABAAIOTCS CAaMbIMU MaJleHbKUME 0GbeKTaMu, (POPMY KOTOPBIX MOJKHO SICHO
pasrJisijieTb B CBETOBOH MUKpPOCKoON. MeHbine 0ObeKTbl Oy/yT 3alllyMJIEHbI 32 CUET
a(pdeKToB, CBA3aHHBIX C BOJTHOBOI MPUPOOI cBeTta. YTOOBI MOHATDH, MOYEMY TaK MPO-
UCXOJIUT, MBI JIOJUKHBI TIPOCJEUTh TYTh Jyda
CBeTa 10 Mepe ero TPOXOXK/IEHUsT Yepe3 JIUH3bI
mukpockona (puc. 9.3).
CBeTr nMeeT BOJTHOBYIO TIPHPO/TY, MOTO-
My OH He CcJe/lyeT W/eaJUu3UpPOBAHHOI MPsMOii
TPAEKTOPHH, TIPEJICKA3BIBAEMOIT TeOMeTPUYECKON
onTuKoii. BMecTo aTOro, cBeToBbIe BOJHBI YT
IO OTITUYECKOIT CUCTEME IO HECKOJILKUM HEMHOTO
OTJIMYHBIM JIPYT OT Apyra nmyTsaM. B pesysbrare
CBETOBbIE BOJIHBI MHTEPMEPUPYIOT JIPYT C JIPY-
TOM, YTO MPHUBOJUT K BOSHUKHOBEHUIO SIBJIEHUS
onmuuecxkou ougpaxyuu. Ecam 1Ba BOJHOBBIX
rakeTa, JIOCTUTTIINX OJHOW M TOW K€ TOYKM pas-
HBIMU TIyTSIMH, HAXOJSTCA TOYHO 6 ¢haze (1uk
COBIIA/IAET C MMKOM, MUHUMYM — C MUHUMYMOM),
OHU YCWJISIT JIPYT JIPYTa U SIPKOCTH YBEJTUYUTCS.
HaoG6opor, eciim BOJHOBbIE TMAKETbI HAXOJSATCS
6 npomusogase, onun 6yayT uHTEPHEPUPOBATH
TakuM 00pPa3oM, 4TO MOJHOCTBIO MJIM YaCTHYHO
Apyr apyra ueiitpaymsyior (puc. 9.4). Bzau-
MojieficTBUE CBeTa ¢ OOBEKTOM U3MEHSIET COOT-
Hotenne (a3 CBETOBBIX BOJIH, YTO MPHUBOJUT K
BO3HUKHOBEHHIO CJIOKHBIX HHTEP(EPEHITMOHHBIX

1TcM =

CBETOBOW MUKPOCKOIN

TMm |

100 MM == pactutenbhas

— KneTtka

— XUBOTHas
10 MKM | Knetka

CBETOBOW MUKPOCKOIN

1mMKkM —  GakTepus

100 HM —

= BUpYC
— pvubocoma

C
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==
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==
=
=

=
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=
==
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=
®

10 HM | —

—  rmobynsipHbIi
— 6enok

Puc. 9.2. Pa3spewatowas cnocobHocTb. Pasmepsbl KN1eToK
M MX KOMMNOHEHTOB NpUBEAEHbI Ha N0rapUPMUYECKON LLKa-
ne, 06beKTb, 1ETKO paspeLlMble HEBOOPYKEHHBIM I11330M,
CBETOBbIM W 3/1EKTPOHHBIM MUKpPOCKONamu. B mmnkpocko-
MWK YacTO UCMONB3YIOT CAeaytoLLMe eANHULbI AJINHDI:

1 MKM (um, MuKpomeTp) = 100 m

1 Hm (HaHomeTp) =102 m 0.1 Hm
1 A (anrctpem) = 10710 m, (1A

THV —  peGonbluas
= MorieKkyna

[ aToMm
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a) ceTyarka 6)

rmas

oKynsip

006bekTmB

obpasey, —
KOHZEHCOp

NCTOYHUK
cBeTa

Puc. 9.3. CBeTOBOI1 MUKpOCKON. (a) Cxema NPOXOXKAEHWSA CBETA B MUKPOCKoMNe. CBeT GOKycHpyeTca Ha npena-
paTe IMH3aMM KOHAEHCOPA. JINH3bl 06'bEKTMBA M OKYNsiPa HACTPAMBAOT TaKMM 06pa3om, 4Tobbl GOKYCUPOBaATb
1306parkeHne ocBeLLeHHOro npenapata B rase. (6) CoBpemeHHbI nccne0BaTelbCKMii CBETOBOW MUKPOCKOT.
(6, c ntobesHoro paspelseHuna Andrew Davies.)

kaptus. Hampumep, mpu GOJIbIIIOM yBeJTMYeHNH TeHb TPAHUTIbI, PABHOMEPHO OCBEITIeHHOIT
CBETOM OJ[HOI JITMHBI BOJIHBI, BBIMJISIIUT Kak HAGOp MapajieJbHbix junuil (puc. 9.5),
a KPYTJIoe MATHO — KakK HaGop KOHIEHTPUYECKNX OKpy»kHocTeil. [lo Toit ske mpuunse
e/IMHCTBEHHAST TOYKA Yepe3 MHUKPOCKOI Oy/ieT BUIETHCS KaK Pa3MbBITBIH [IMCK, a JBa
GJIM3KOPACTIONIOKEHHBIX TOUYEYHBIX OOBEKTa MOTYT JIaBaTh MEPEKPBIBAIONIECs n300pa-
JKEHUST VUM CIMBATBCST B OJTHO. Y JTydIlieHIe KauecTBa JIMH3 He CIIOCOOHO TIPEO/I0JIETh 3TO
OrpaHMUYeHNe, HAKJIA/bIBAEMOE BOJHOBOI IIPUPOIOIL CBeTa.

MunanManrbHOE paccTosgHne, Ha KOTOPOM [[Ba OObEKTa Pa3IMInMbl TI0 OTAETbHO-
CTH — Tpe/ie]1 pa3pelleHs, — 3aBUCUT KaK OT JJIMHBI BOJHBI CBETA, TaK 1 OT YUCA080U
anepmypbul UCIOIb3yeMON cUCTeMbl JMH3. HucaoBas aneprypa — 3TO Mepa HIMPUHDI
BXOJIHOTO 3pav4Ka MUKPOCKOIIA, MACIITAGUPOBAHHAS OTHOCUTETHLHO PACCTOSTHUS /10 OObEK-
Ta; UeM IIMPe MUKPOCKOI «PACKPBIBAET CBOH TJIa3», TeM «ocTpee» OH «Buant» (puc. 9.6).
[Ipu HAWIyYIINX yCJAOBUSX, ¢ (puosetosbiM cBetoM (umHa BosHbl = 0,4 MKM) U 4uic-
JIEHHOII arreptypoii 1,4, CBETOBOII MUKPOCKOI TEOPETUYECKH CIOCOOEH JaTh pasperie-
uue okoso 0,2 MM, B xonre XIX Beka M3roTOBUTESN MUKPOCKOTIOB JOCTUTJIN TaKOTO
pas3pelieHus], U OHO PEJIKO BCTPEUYAeTCs B COBPEMEHHDLIX, ITPOU3BOUMBIX HA 3aBO/AaX
MHKpOCKoIaxX. HecMOTpst Ha TO 4TO Beer/ia MOSKHO y8eauuumy n300pakeHe HaCTOIbKO,
HACKOJIbKO MBI 3TOr0 XOTUM, HallpUMep, MPOCLUPYsl €ro Ha 9KPaH, B CBETOBON MHUKPO-
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[BE BOJTHbI COBMALAIOT MO ®A3E [1BE BOJTHblI HE COBIMAOAIOT MO ®A3E

TYCKIIO

APKO

Puc. 9.4. UnTepdepeHLMA cBeTOBbIX BOMH. Korga ABe cBETOBble BO/IHbI COBMaAatoT no dase, amnauTyaa
N APKOCTb PE3Yy/IbTUPYIOLLLEN BOIHbI BO3pAacTatoT. [Be BO/IHbI CBETA, HAX04ALMECs B MPOTMBOGdA3e, YaCTUYHO
HeWTpanu3yoT Apyr Apyra U AAtOT BONHY, aMIIMTYZA WU, Cef0BaTe/NIbHO, APKOCTb KOTOPOI MEHbLLE, Yem
Y [BYX UCXOZHbIX BOJIH.

CKOM HEBO3MO3KHO Pa3peNInTh /IBa OObEKTA, HAXO/SAIINXCS HA PACCTOSTHUN MEHBIIEM YeM
0,2 MrM; oHu OyyT BUJHbBI Kak oiuH 06bekT. O6paTuTe BHUMAHUE HA PA3TIUINE MEK]LY
paspeutenuem, 0 KOTOPOM Mbl TOBOPWJIM BbIle, W peeucmpayuett. Ecmn HeGOIBINON
00BEKT, pa3Mepbl KOTOPOTO MEHBIIE, YeM TIpeJiesl pa3pelieHns, caM 1o cefe MCITyCKaeT
CBET, TO MbI MOJKEM €0 YBUJIETb UJIK 3aPErUCTPUPOBaTh. TakuM 06pasoM, Mbl ClIOCOOHDI

a) 6)

Puc. 9.5. U306parkeHns rpaH1Lbl M TOYEYHOTO MCTOYHMKA cBeTa. (a) MHTepdepeHUMOHHbIE MOI0ChI, BUANMbIE
npu 601bLIOM YBEMYEHWNM, KOTAA CBET OnpeaeeHHON A/IMHbI BOHbI MPOXOAMT MUMO rPaHMLbl TBEPAOMO
06beKTa, HAXOAALLEroca Mexay MCTOYHUKOM CBeTa U HabatogaTtenem. (6) M3obpaskeHne TO4eHHOTro UCTOYHMKA
cBeta. 3a cueT AnbPaKLMM Mbl BUAMM CIONKHYH KapTUHY KOHLEHTPUYECKMUX OKPYXKHOCTEM, LUMPUHA KOTOPbIX
3aBMCUT OT YNC/IOBOM anepTypbl ONTUYECKOM CUCTEMbBI: YeM MeHbLLEe anepTypa, Tem 6onblue (6onee pasmbiTa)
AnbpaKUMOHHasA KapTuHa. [1Ba ToYeUHbIX MCTOYHUKA MOTYT BbiTh pa3peLleHbl, TONIbKO €C/IM LEHTP NepBoro
JIEXKMT Ha NEPBOM TEMHOM KOJbLLe BTOPOTO: TaK OMPeAe/iftoT Npeaes paspelleHus.
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JINH3bI
N3OBPAXXEHWNE
NMH3a 06bLeKTUBa
cobupaet ceeToBblE
- nyyu, cosnaBasi
obpasel; ~oe” n3obpaxeHve
P

W NMH3a KoHAeHcopa
OKyCMpyeT KOHYC

CBETOBbIX Nyyen
Ha KaXaomn 13 Tovek
obpasua

CBET

PASPEILEHWVE: paspeluatolias cnocobHocTb
MVKPOCKOMa 3aBUCUT OT LUMPUHBI KOHYCa
OCBELLIeHUs, CreaoBaTenbHO, Takke

OT KOHAEHCopa W NNH3bl 06BbEKTMBA.
PaccunutbiBaetcs no opmyne:

061N
paspelieHue = m,

roe:

0 = 1/2 yrnoBou WMPKHBI KOHYCa CBETOBbIX
ny4yen, cobmpaemMbix NMH301M 06bekTBa
C TUNUYHOW TOYKM obpa3sLia (MOCKONbKY
MaKkcMManbHasi LWnpuHa coctaensieT 180°,
Makcumym sin 6 = 1);

N = nokasaTernb NpernomMIeHnNs cpeabl
(obbI4HO BO3AyXxa unv macna),
otaenstoLen obpaseL, OT NIMH3
obbeKTMBa 1 KOHAEHCOoPa;

\ = ANWHa BOMHbI UCNOMb30BaHHOIO CBETa
(mns 6enoro cBeTa 06bIYHO NPUHUMALOT
3HayeHune 0,53 MKm)

1 04eHb Marnom I'J'Iy6MHbI pe3KocTn

YVCNOBAA AMEPTYPA: n sin 6 B npyBegeHHOM BbilLie ypaBHEHUMN Ha3bIBalOT YNCIOBOW anepTypou NNH3bI
(YA). YA sBnsieTcsa yHKUMeN cBeTocobmpatoLLelt CnocoGHOCTY NUH3bI. [ns cyxux nuH3 YA He moxeT
npesbllaTth 1, a ANS UIMMEPCUOHHbIX NIMH3 OHa MOXeT gocTuratb 1,4. Yem Bbille Yicnosas aneptypa,

TeM BbllLe pa3peLuaroLias CnocobHOCTb 1 TeM sipye n3obpakeHne (APKOCTb BaxHa Ans (ryopecLeHTHOM
Mukpockonum). OfHako 310 NPenMyLLEeCTBO JOCTUIaeTCs 3a CHET O4eHb KOPOTKOro paboyero paccTosHUS

Puc. 9.6. Yncnosas aneptypa. TpaeKTopus CBETOBbIX Iy4el, TPOXOAALLMX YePE3 NPO3paYHbIi 0bpaseL, B MUKPO-
cKone, UANOCTPUPYET NMOHATUE YNCIOBOM anepTypbl U ee COOTHOLLEHMA C NPeAe/IoM paspeLleHus.

HaGJII0/IATh €/IMHCTBEHHYIO (DJIyOPECIIEHTHO MEYeHYI0 MUKPOTPYOOUKY, XOTS €€ TOJIIIH-
Ha [IPUMEPHO B JIECATb Pa3 MeHbIIe, YeM IIPE/es Pa3PelIeHs] CBeTOBOTO MUKPOCKOIIA.
Asnenne qudpaximu, 0JJHAKO, IPUBEJET K TOMY, 4TO OHa OY/eT BBIIJISIIETb Pa3MbITOM,
a ee ToJIMHA GyeT COCTaBIATD 110 KpaitHeii Mepe 0,2 MM (cM. puc. 9.17). Biaropaps
SIPKOMY CBETY, HCITyCKaeMOMY 3Be3/IaMH, Mbl CIIOCOOHDBI BU/IETb UX B HOUHOM HeOe, XOTs
UX pa3Mep ropas/io MeHblle YIJIOBOTO pa3pellleHnsl HeBOOpyKeHHoro riasa. OHu Bce
KaQKyTCSl O/IMHAKOBBIMU TOYKAMHU CBETa, PA3JINYasiCh TOJIBKO 110 IIBETY WM SPKOCTH.
IIpy moMouM 4YyBCTBUTEJIbHBIX METOJ0B OOHAPY’KEHHSI Mbl MOKEM PErHCTPHPOBATDH
U CJIEZINTb B CBETOBOM MHUKPOCKOIIE 32 [OBE/IEHNEM €JMHCTBEHHOI (huyopeciupyoleii

6€eJIKOBOIT MOJIEKY.JIbI.

[lasee Mbl yBuMM, Kak MOKHO HCIOJIb30BaTh MHTEP(MEPEHINI0 U [UMPAKIIUIO

JJIA U3YUYEHNA JKMBbIX HEOKPAIIIEHHbBIX KJIETOK.

9.1.2. XKuBble KNeTKn XopoLio BUAHbI B $a30BO-KOHTPACTHOM unu and-
depeHUnanbHOM NHTEepPEPEHLMOHHOM KOHTPACTHOM MUKPOCKONe

B Mukpockommu Bcerja CymiecTByeT BEPOSTHOCTD MOTEPH WM HAPYIICHUS HEKO-
TOPBIX KOMIIOHEHTOB KJIETKW B TIPOIleCCE€ MPUTOTOBJEHIS TpenapaTa. EANHCTBEeHHBIM
croco6oM u36esKaThb ITOro SIBJSIETCS UCCAE/0BAHUE KJIETOK, KOr/la OHM ellle KUBbI,
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6e3 bukcaiun uian 3aMOpo3Ku. [ljist 3TOro UCob3yoT CBETOBbIE MUKPOCKOIIbI CO CIIe-
IIHATBHBIMU ONTUIECKIMHU CUCTEMAM.

Korpa cBet mpoxoauT depes JKUBYIO KJIETKY, (as3a CBETOBOI BOJIHBI MEHSIETCS B CO-
OTBETCTBUU C TIOKA3aTeIeM MPETOMJICHIS KJIETKI: OTHOCUTEIbHO TOJICTAs WU TIOTHAS
YacThb KJIETKHW, HAIpUMep AP0, 3aTOPMAaKUBAET MPOXOAIiA uepe3 Hee cBeT. Cie-
JI0BaTebHO, (ha3a BOJHBI CIBUTAETCSI OTHOCHUTENBHO (ha3bl cBeTa, TPOIIEIIEro Yepes
npusieraionmii 6osiee TOHKUiT CI0M 1UTOIIa3Mbl. B (pa30BO-KOHTPACTHBIX MHKPOCKONAX
n 6osiee cIOKHBIX Aucdepenimanbibx HHTEP(HEPEHIHOHHBIX KOHTPACTHBIX MHKPO-
CKOTIaX WCIOJb3YeTCs sIBIeHNe nHTephepeHtini, MPOUCXOAIIeN TPH COeTNHEHNH ITIX
JIBYX HAOOPOB BOJIH U, CJIEJIOBATEIbHO, (DOPMUPOBAHUE H300PAKEHUS CTPYKTYPbI KJIETKH
(puc. 9.7). O6a Tuna cBeTOBON MUKPOCKOIUHN IIMPOKO IPUMEHSIOT /IS BU3YaIN3alluK
JKUBBIX KJIETOK.

Bosiee mpoctoii crioco® yBUIETh HEKOTOPbIE CBONCTBA JKUBBIX KJIETOK — HAGJIIO-
JIeHIe CBETa, PACCESTHHOTO WX Pa3IMYHBIMU KOMIIOHEHTaMU. B TeMHONOJbHOM MHKPO-
CKoIle JIyul HCTOYHUKA CBETa HalpaBJeHbl COOKY, MO3ITOMY Ha JIMH3bI MUKPOCKOIA
TIOTA/IAIOT TOJBKO PacCesTHHbIe Jay4n. TakuM o6pasoM, KIEeTKA BBITJSINT KaK CBETbII
00beKT Ha TeMHOM (hoHe. B 06bIYHOM CBETJIONOJBHOM MUKPOCKOIIE CBET, [TPOXO/ISIIUIT
4yepe3 KJIETKY B KyJibType, hopMupyer nobpaskenne Hanpsimyio. Ha puc. 9.8 nokazano
cpaBHeHMe U300PAKEHMI O/THON U TOIi K€ KJIETKH, IOJIyYE€HHbIX YETbIPbMSI METOaMu
CBETOBON MUKPOCKOIIMH.

dazoBo-koHTpacTHAs, auddepeHmaTbias nHTEPdEPEeHIITNOHHAS KOHTPACTHAS
U TEMHOIIOJIbHAS MUKPOCKOIIUSI JIEJIAI0T BO3MOXKHBIM HAOJIO/IEHHUE JIBUKEHUI, TIPOUC-
XOJSANIUX TIPU TAaKUX MPOIECCaX, KAK MUTO3 U MHUrpalusi KaeToK. [10CKOIbKY OObIYHO
KJIETOUHOE JIBUKEHUE TIPOUCXO/IUT CJAUIIKOM MEJJIEHHO, /IJIS TOTO 4TOObI 32 HIUM MOKHO

a) nagaroLunii ceet 6) napjatowwuii ceet
(6enbiit) (3eneHblin)

BOJHbI

coBnagatT

no gase

OKpaLleHHbIN HeoKpaLleHHas
cpes KneTka BOJSTHbI
KneTkn He coBnagatoT

no ase

Puc. 9.7. 1Ba cnocoba nony4eHUs KOHTPACTHOro U3o6paykeHus B CBETOBOM MUKpPOCKoNUMU. (a) OKpalueHHan
YacTb KNEeTKM BYAET NOrIoLWaTh CBET HEKOTOPbIX AJ/IMH BOJH, B 3aBUCMMOCTU OT KpacuTeNs, HO OCTa/ibHble A~
Hbl BOJIH ByAyT NpoxoguTb Yepes Hee. Takum 06pa3om, NoyYaeTca LBETHOE N306pakeHMe KNETKM, BUgMmoe
B OObIYHbI CBET/IONO/IbHbIM MMKpPOCKON. (6) AMNAIMTYAa CBETA, NPOXOAALLETO Yepe3 HEOKPALLEHHYIO *KMUBYIO
KNETKY, MOYTU HE MEHSETCA, MOITOMY AaKe NPU 04eHb 601bLIOM YBENUYEHUM HEBO3MOXKHO PAaCCMOTPETL NOA-
POBHOCTU CTPYKTYpbI. Pa3a cBeTa, 0LHAKO, U3MEHAETCA 33 CYET NPOXOXKAEHUA Nyya yepes 6onee ToACTbIE UK
N/I0THbIE Y4ACTKM KNETKM. [pn NoMoLLM MHTepdepeHLLMM B Ga30BO-KOHTPACTHOM UK auddepeHLManbHOM UH-
TepdepeHLLMOHHOM KOHTPACTHOM MUKPOCKOMNE MOMKHO CAENaTb BUAUMbIMU HeboNbLIME U3MEeHeHMS dasbl.
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a) 6)

50 Mkm

Puc. 9.8. YeTbipe BUAA CBETOBOI MUKPOCKONUMU. MOKa3aHbl YeTbipe M306parkeHNs O4HOMN U TOM Ke KAETKM
dunbpobnacta B KynbType. Bece M306paxKeHMs MOKHO NOYYUTb B 60bLIMHCTBE COBPEMEHHbIX MUKPOCKOMOB
C B3aMMO3aMeHAEMbIMW KOMMOHEHTaMM ONTUYECKOW chcTembl. (a) CBeTN0MoNbHAnA MUKpocKonus. (6) ®asoso-
KOHTpacTHaa MuKpockonus. (8) AnddepeHumanbHan nHTepGepeHUMOHHAnA KOHTPACTHas MMKpocKkonua Ho-
MapCcKoro. (r) TeMHONONbHAA MUKPOCKOMMUS.

OBLITO CJTEINTD B PEATHHOM BPEMEHH, YaCTO YAOOHO MCTIOIB30BaTh ChEMKY B 3aMe/[JIEHHOM
BpeMeHn. B maHHOM ciydae KaMepa CHUMAET TTOC/e/IOBATETbHBIE KaIPbl, pas/ejeHHbIe
KOPOTKUMH TIPOMEKYTKAMH BPEMEHH, TIOATOMY Ha TIOJTyYEHHOM B pe3yJibrate HaGope n30-
OpasKeHul, TIOKa3aHHOM HA HOPMAJIbHOU CKOPOCTH, COOBITHSI KaJKYyTCsl YCKOPEHHBIMH.,

9.1.3. Us06parkeHns MOXKHO yBeNn4YnBaTb U aHanusnpoBaTb LNPpPOBbI-
MU MeTogamu

B mocsie/iHre TOzbI 3MEKTPOHHbIE, WM 1 POBbIE, CHCTEMbI MOCTPOECHUST U30-
GpaKeHunil ¥ CBSI3aHHBIE ¢ HUMH METO/IbI 0OPAGOTKH M300paskeHHuili B 3HAUHMTEILHON
CTENeHHN MOBJINSUIN HA CBETOBYIO MUKPOCKOIIHIO. 11peo/io/ieHbI orpe/iesieHHbIe PaKTHye-
CKHe OTPAHUYEHNsI MUKPOCKOIIOB, CBSI3aHHbBIE C HECOBEPIEHCTBOM ONTHYECKIX CHCTEM.
JIEKTPOHHBIE CUCTEMBI MTOCTPOEHHST H300PAKEHUI TaKsKe MO3BOJIIII 0GOHTH /1Ba (hyH-
JIaMEeHTa/IbHbIX OTPAHIYEHNST YeIOBEYECKOTO I71a3a; IJ1a3 He CII0COOeH BU/IETh TIPU OYeHb
TYCKJIOM CBETE M OH He MOKET BOCHPHHUMATh HEOOJIbIINE PA3IMINS B MHTEHCUBHOCTI
cBera Ha sIpKoM (oHe. [[JIst yCuJIeHyst Hatell CIOCOOHOCTH BU/IETH KJIETKH B yCJIOBUSIX
¢J1a60r0 OCBEIIEHUST MbI MOKEM MPUCOEJANHUTH K MUKPOCKOIMY Y4yBCTBUTENBHYIO 1]~
poByIo Bujieokamepy. Takme kamepbl cofep:xar npuop ¢ 3apsioBoil cesisbio (I13C),
MOXOJKHUIT Ha YCTPOIiCTBA B 0ObIYHBIX 1(POBBIX KaMepax. Takue kamepsi ¢ [13C yacro
OXJTK/IAIOT J7Is1 YMEHbIITeH st IyMa n3o0pakernsi. [Tociie 5T0ro cTaHOBUTCST BO3MOKHBIM
HPO/IOJKUTEIBHOE BPEMsT HaGJII0/IaTh KJIETKH [P OYeHb MaJIeHbKOI HHTEHCHBHOCTH CBETA,
KOTOPasi TIO3BOJISIET M30€KATh PA3PYIINTETHHOTO IEHCTBIUSI SIPKOTO cBeTa (1 TOBbIIEHHON
Temieparypbi). Takoro poja KamMepbi ¢1a6oii OCBEIEHHOCTH OCOGEHHO MOJIE3HBI JIJIsT Ha-
6io/tenist PUIyOpPECIIEHTHBIX MOJIEKYJT B JKUBBIX KJIETKAX, KAK ONICAHO HIIKE.

[Tockosbky TosTyUeHHble ipu oMo Kamep ¢ [13C u300pakeHust COXPAHSIOT
B 9JIEKTPOHHOI (hOpMe, X JIETKO O POBATh, BBECTH B KOMITBIOTED 1 06Pa6OTaTh PA3JIIT-
HBIMI CIIOCOGAMI /TS M3BJIeYen st CKpbiToil nHdopMarmn. Takast o6paboTka H306paskeHnit
KOMITEHCHPY€T Pa3/IMYHble ONTHYECKUE HEJOCTATKI MUKPOCKOIIOB 1 [IO3BOJISIET TIOJTYYHTD
TEOPETHIECKH BO3MOKHBIN Tpejiesi pasperetsi. Bosee Toro, mpu moMomm 1udpoBoit
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06paboTKN U306PAKEHUIT MOKHO 3HAUUTETHHO YBEJINYUTh KOHTPACTHOCTD U ITPEO/I0JIETh
OTPaHMYEHMS T/1a3a, He TO3BOJISAIOININE PA3ININTDh HeOOIbIIINE OTKIOHEHNST HHTEHCHBHOCTH
cBera. HecMoTpst Ha To uTo Takasi 00paboTKa Takke ycuauBaeT 3(pdeKTbl caydaitHbx
(poHOBBIX HEPOBHOCTEN ONTHUYECKOU CUCTEMBI, IUMPOBOE BblUNTaHUE U300PASKEHUS
mycToii obacTy peniaer u aty npobjaeMy. ITOT METO/| TI03BOJISIET YBUIETh MaJieHbKUE
1po3pautble 0GBEKTbI, KOTOPbIE paHee ObLIO HEBO3MOKHO OTJIMYUTH OT (hOHA.

Boicokasi KOHTPACTHOCTD, MOCTUTaeMas KOMIbIOTepHOH AuddepeHTnaIbHON UH-
TepdepeHInOHHON KOHTPACTHON MUKPOCKOTNEH, TTO3BOJISIET YBUIETh TaKue MaJeHbKUe
OGBEKTDI, KaK OTAeIbHbIe MUKPOTpyGouku (puc. 9.9), auaMerp KOTOPBIX COCTABJISET
0,025 MKM, 4TO MeHbIIIe YeM OJHA JECATAst JIJIMHbI BOJHbI cBeTa. OT/IeIbHble MUKPOTPY-
60uku, ecjau oHu (PJIYOPECIIEHTHO MEUEHbI, TAKIKe MOYKHO YBU/IETb B (DJIyOpeCIieHTHbII
Mukpockorr (eM. puc. 9.15). B o6oux ciayuasx, ogHako, Hen3OesKHbIe An(paKIMOHHbIE
a(pdeKTbl Pa3MbIBAIOT U300PAKEHHE, TT0ITOMY KAJKETCsI, YTO HIMPUHA MUKPOTPYOOUYEK
COCTaBIgeT O KpatiHeit Mepe 0,2 MKM, U CTAHOBUTCS HEBO3MOXXHBIM OTJIUYUTH OHY
MUKPOTPYOOUKY OT CKOILJIEHUSI HECKOJIbKUX.

9.1.4. O6bI4YHO Nepes MUKPOCKONVE NHTAaKTHble TKaHN GuKcnpyroT
1 U3roTaBNNBAIOT NX Cpe3bl

[TockoabKy TOMIMMHA OOJBIIMHCTBA OOPA3IIOB TKAHEN CJWIIIKOM BEJTUKA, 4TOObI
HATIPSIMYIO UCCJIEIOBATH OT/IEbHBIE KJIETKU TIPH GOJIBIIOM YBETUYEHUHN, UX HEOOXOIUMO
Hape3arb Ha OUYeHb TOHKHUE IPO3PAYHbIe CJIOH, WIH cpe3bl. UToOb! cHaYaIa TMMOOHIH30-
BaTb, YOUTb M COXPAHUTDb KJIETKN B TKAHU, UX HY>KHO oOpabotatb ¢huxcamopom. Hau-
60s1ee pacrpocTpaneHHble (pUKcaTOpbl — (HOPMATBIETH/T U TJIYTAPATbAETH/, KOTOPbIE
00pa3ytoT KOBAJIEHTHDIE CBSI3M CO CBOOOJHBIMU AMUHOKHMCIOTHBIMU TPYITIaMi GeJIKOB
U CIIUBAIOT MX JIPYT € APYTOM, CTAGHJIM3UPYS U 3aKPEIisisd UX TOJIOMKEHHe.

a) 6) L 1
10 MKM

Puc. 9.9. O6paboTka usobpaxkeHuii. (a) MokasaHo HeobpaboTaHHOe LMPPOBOE N306PaXKEHNE HEOKPALLEH-
HbIX MUKPOTPYbOYeK, NoayyeHHoe npu nomoLm avddepeHumnanoHom nHTepdepeHLMOHHON KOHTPACTHOM
MUKpockonuu. (6) U3obpaskeHne obpaboTtanu, BO-NepBbiX, NyTem UMPPOBOro BblMMTAHUA HEPABHOMEPHO
OCBeLLEeHHOro $oHa, BO-BTOPbIX, NyTEM LIUPPOBOTO YBESMYEHWUSA KOHTPACTHOCTU. MoNy4eHHOe B pesyabraTe
06paboTaHHOe N306parkeHne 3HaUYUTENbHO lerye MHTepnpeTnpoBaTb. ObpaTUTE BHUMaHUE: MMKPOTPYHOUKM
AVHaMWYHbI U HEKOTOPbIE U3 HUX U3MEHW/IN CBOHO AJIMHY MW MOJIOKEHUE MEXKAY M300PAXKEHUAMM €40 U NO-
cne». (C ntobesHoro paspeterus Viki Allan.)
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OO06bryHO faske 1ocse (GUKCAIMKY TKAHU OCTAIOTCSI MSTKUMU U XPYIIKUMU, [T03TOMY
repeji U3rOTOBIEHUEM CPe30B X HEOOXOAUMO MOMECTUTb B TOJIEPKUBAIONIYIO CPELY.
Boubliiieit yacTbio B KauecTBe Cpe/ibl /15 3AIMBKI UCIIOMb3YIOT BOCKU WJIM CMOJIbL. B sx11-
KOM COCTOSIHUM 3TU CPEJIbl TIPOHUKAIOT B (PUKCUPOBAHHYIO TKAHb U OKPY3KAIOT €€; 3aTeM
1X MOKHO c/1e1aTh TBepAbiMu (IyTeM OXJIakIeHns Wi oJanMepusanun). B pesyabrare
HOJTyYaIoT TBEP/Iblil GJIOK, U3 KOTOPOIO JIEFKO U3TOTOBUTH CPE3bl HA MUKPOTOME — TIPHOOpE
C OCTPBIM JIe3BUEM, paGoraonieM Kak Jomrepeska (puc. 9.10). 3arem cpesbr (TomuHOM
1—10 MKM) MOMEIIAIOT Ha TIOBEPXHOCTDH IIPHOOPHOTO CTEKIa MUKPOCKOIIA.

B kaerkax (Ha 70% COCTOSIMIMX 13 BOABI) COAEPKHUTCA MAIO KOMIIOHEHTOB, CIIO-
COGHBIX 33JIepKaTh MPOXOK/IEHNE CBETOBbIX Jyueil. [1oaToMy GOJIBIIMHCTBO KJETOK
B €CTECTBEHHOM COCTOSIHUM, [aKe 1ocje (DUKCAIUM ¥ U3TOTOBJIEHUS CPE30B, MPAKTH-
YeCKU HEBUIUMbI B OOBIYHBIN CBETOBOII MUKPOCKOI. CyIIeCTBYeT TPU OCHOBHBIX MO/~
X0/la K paboTe cO cpe3aMu TKAaHU, MMO3BOJISIONINX YBU/ETh KJIETKU caMu 1o cebe 1in
orpe/ieJieHHbIe X KOMIIOHEHTHI.

Bo-1iepBbix, TPaIUIMOHHO Cpe3bl 006PA0aThIBAIOT OPraHMYECKUMEI KPACUTEJISIMHU,
00JTAIAIONUME  CTIETIU(PUYECKUM CPOJICTBOM K OIPE/IEJIEHHBIM CYOKJIETOUHBIM KOMIIO-
Henram. Kpacurenb zemamoxcuiun, Hapumep, o6J1a[aeT CPOJICTBOM K OTPUIIATETHHO
3apsiKEHHBIM MOJIEKYJIaM U B Pe3yJibTaTe M03BOJISIET YBUJIETb PACIPE/IeeHNe B KIETKe
JHK, PHK u kucabix 6enxos (puc. 9.11). Oanako XuMudecKne IPUHIMAIB crierudud-
HOCTU MHOTHMX KPacUTeJell HeM3BECTHHDI.

Bo-Bropbix, cpesbl TKaHell MOYKHO UCTIOJIb30BATD JIJIsl BU3YAIU3AIUK CIEM(PIIeCKuX
mpocduieir auddepenimanbuoil IKcIpeccuu reHoB. Inbpuausaius in Situ, KOTOPYIO
MbI 06cyskaamm Bbime (erp. 573), moKasbIBaeT pacipe/eeHne KIeTOK U CoAepsKaHne
omnpeesnennbix Mojiekys PHK B cpese Matepuasia win TOTaabHOM Hpenapare MajeHb-
Koro opranusma umu oprana (puc. 9.12). Tpernii u o4eHb 4yBCTBUTENbHBIN MOAXO,
[OBCEMECTHO TIPUMEHSIEMbIIT JIJIsT JIOKAIU3AIUN HHTEPECYIONX OeJIKOB, OCHOBAH HA HC-
0/Ib30BaHuK (DJTyOPECHEHTHBIX 30HI0B 1 MapKepoB (CM. HUIKE).

9.1.5. OnpepeneHHble MOJIEKYJIbl MOXXHO OOHapPYKNTb B K/leTKax
npuv nomowuy ¢pnyopecueHTHON MUKpPOoCKonum

DJryopeciieHTHbIe MOJIEKYJIbI ITOTJIONIAIOT CBET OJHON JITMHBLI BOJTHBI M UCITYCKAIOT
cBeT GoJIblllell JUIMHBL BOJIHBI. EcCau Mbl
Oy/ZieM OCBeIllaTb TaKOe COEAMHEHUE ero ﬂaﬁggx\f apb'qara
JUTTHON BOJTHDBI TIOTJIONIEHMS U CMOTPETH Ha /
HeTo uepe3 (PUIbTP, TPOITYCKAIOIIHI TOTh-
KO CBET UCITYCKAeMON JITMHbBI BOJIHbI, TO MbI
YBU/IUM CBETAILYIOCS MOJIEKYJTy Ha TEMHOM 3achuKcMpoBaHHOe
done. Ilockosmbky ¢doH Oyaer TeMHBIM, — crankHoe nessue
MOZKHO OOHAPYKUTD JJasKe HUUTOKHOE KO-

ob6paseL, 3aKIoYEHHbIN
B napadvH nnu cmony

T cepus TOHKMX

JIMYECTBO (bJIyOPGCL[eHTHOFO KpacuTeJi. cpesoB
Haémoz[aﬂ OOBIYHBIMI METOJaMU TaKoe Ke
YHNCJIO MOJIEKYJI IIPOCTOT0 KPacuTeJsisdd, Mbl cepusi cpesoB

Ha NpeaMEeTHOM CTeKIe;
NX OKpaLuvBatoT
1 3aKntovatoT nog

Puc. 9.10. UsrotoBneHune cpesos TKaHWU. Ha pucyH- NMOKPOBHOE CTEKIO

Ke MOKasaHo, Kak A1 UCCAef0BaHWA B CBETOBOM
MUKpOCKone GpUKCUPOBAHHOW TKaHW B MUKpOTOME
npeABapuTE/IbHO U3rOTaBMBAIOT e Cpesbl.
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6)  —
100 MKM

a) 50 MKkm

Puc. 9.11. OKpawmMBaHUE K/IETOUYHbIX KOMMNOHEHTOB. (a) JaHHbIi cpe3 cobupaTtenbHbIX TPyboUeK noyek
OKpaLLeH ABYMSA KPacUTENAMM, FeMATOKCUIMHOM U 303MHOM, LUIMPOKO MCMO/Ib3yeMbIMU B ructonornu. Kaxkaas
Tpyb0oUKa COCTOMT U3 MNAOTHO NPUAEraloWMX KNETOK (MX AAPA OKPALLEHbI KPACHbIM), GOPMUPYIOLLMX KOAbLLO.
Ko/bLLO OKpY)KEHO BHEKNETOYHbIM MATPUKCOM, OKpalLeHHbIM ¢huosemoseim. (6) JaHHbI cpe3 MonoLoro
KOpHA pacteHna obpaboTaH ABYMA KpacuTensimu, cadppaHMHOM M NPOYHbIM 3eNeHbiM. MPOYHbIV 3eneHbli
OKPALLUMBAET Le/III0/I03HbIE KETOYHbIE CTEHKM, TOrAa Kak cadpaHUH OKPALLUMBAET O4pPEBECHEBLUME KIETKU
KCMNEeMbI B APKO-KpacHbIi. (a, 3 P.R. Wheater et al., Functional Histology, 2nd ed. London: Churchill Livingstone,
1987; 6, c ntobesHoro paspelleHus Stephen Grace.).

NPAKTUYECKN HUYETO HE YBHUJUM, TaK KaK MOJIEKYJIbI OYyT JHIIb HEMHOTO OKpAlleHbl
NpU TIPOCBEYMBAHUN MEUYEHOI YacTh 06pasiia.

DryopeciieHTHBIE KPACUTEJN, UCIIOJIb3yeMble JIJIsi MEYEHHS KJIETOK, MOXKHO yBU-
JieTh B (pIIyOpecIieHTHbIH MUKPOCKOI. JTOT MUKPOCKOI TOX0K HA OOBIYHBIN CBETOBOIA,
3a MCKJIIOUEHUEM TOTO, YTO CBET M3 MOIIHOTO MCTOYHUKA MPOXO/IUT Yepes3 JBa Habopa
unbTpoB: oK PUIBTP OTpe3aeT HEHYKHbIE JJIUHBI BOJH /IO TOTO, KAK OHU JOCTUTHYT
o6pas3iia, JIpyroit PUIbTPYeT CBET, UCItyckaeMblii o6pasiioM. [lepsbiit puibTp mporryckaer
TOJIBKO T€ JIJIMHBI BOJIH, KOTOpPbIe BO30YK/AIOT JIAHHBII (DJIyOPECIIEHTHDIN KPACUTEb,
TOT/Ia KaK BTOPOIl GJIOKMPYET 3TOT CBET U MIPOITYCKAET TOJBKO /ITMHBI BOJIH, UCITyCKaeMble
npu dayopectierian o6pasia (puc. 9.13).

DyopecieHTHYI0 MUKPOCKOITUIO Yallle BCETO TIPUMEHSIIOT JIJist OOHAPY>KEHUS OTIpe-
JIeJICHHBIX GEJIKOB WJIM JIPYTUX MOJIEKYJT B KjeTkax u TKaHsgx. OueHb addeKkTuBHbII
U IIUPOKO PACIIPOCTPAHEHHbIN MeTOl — TpucoeinHenne (hJyopeciieHTHbIX KpacuTeieit
K MOJIEKYJIaM aHTUTEJI, KOTOPbIE 3aTeM CJIyKaT B KA4eCTBE BbICOKOCTIEIM(PUYHBIX 1 YHU-
BEPCAJIbHBIX OKPAIITMBAIONINX PEAr€HTOB, CEJIEKTUBHO CBSI3BIBAIOIINXCS C OTIPe/IeJIeHHBIMU
MaKpOMOJIEKYJIaMH, KOTOPbIE OHM Y3HAIOT B KJIETKAX WJIN BHEKJIETOUHOM MaTpukce. C aToit
1[EJIBIO MINPOKO NIPUMEHSIIOT /iBa (DJIyOPECIIEHTHBIX KpacuTesisi. Bo-TiepBbIX, aT0 (hiyopec-
yeun ¢ SpKro-3esieHolt uryopeciieHiueii npu Bo36yKI€HUN CHHUM CBEeTOM. Bo-BTOpBIX,
3TO POOJAMUH, NCIYCKAIONIMIT TEMHO-KPACHDII CBET TP BO30YKAECHUN 3€J€HO-SKEITIM
ceroM (puc. 9.14). CumBas ogHO aHTHTENO ¢ (JIYOPECIIENHOM, a JIPyroe — ¢ poja-
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I
100 MKM

Puc. 9.12. fTmbpuamsauma PHK in situ. B rnase 8 (cm. puc. 8.71) onucaHo, Kak npu NomMoLm rubpuamsaumm
in situ MOXXHO BM3yanu3nposaTb pacnpegeneHune pasandHoix PHK B TKaHAX. 34ecb Ha npumepe oAHOro
3MBPUOHa NA0A0BOW MYLLKM NMOKa3aH TPAHCKPUMNLMOHHBIM NPoduab NATU PasNYHbIX FEHOB, YYaCTBYHOLLMX
B GOpMMPOBaHUM pPaHHEro 3apoapilua. Bee 30HAbI PHK dnyopecueHTHO nomeyeHbl pasivyHbiMM criocobamm
(Hanpamyo 1AM KocBeHHO). PesynbTupytoLime M30bparkeHWs Bbian NIOXKHO OKPaLLEHbl U COBMELLEHbI TaK,
4TOObI KaKabli OTAENbHbIA TPAHCKPUNT Bbla XOPOLLO BUAEH. 34eCh NMOKa3aHbl NPOPUAM SKCNPECCUN TEHOB
wingless (#eameili), engrailed (cuHuti), short gastrulation (kpacHeili), intermediate neuroblasts defective (3e-
neHbil) n muscle specific homeobox (¢puonemoseili). (D. Kosman et al., Science 305: 846, 2004. C ntobe3Horo

paspeweHmns nsgatenocrea AAAS.)

oKynsip —|

3 3 BTOpOW CBETOUILTP:

oTpe3aeT HexenaTeribHble

dornyopecueHTHbIe CUrHarbl,

nponyckas cneuudunyeckoe

NCTOYHUK 3ereHoe nanyyeHve nyopecuenHa
CBETA C AnvHou BonHbl 520-560 HM

2 nyyepacliennsioLlee 3epkaro:
1 OTpaxkaeT CBET C AJIMHON BOMHbI
kopoye 510 HM, HO npornyckaeT
CBETOBbIE BOMHbI AnnHHee 510 HM

1 nepBbIn cBETOUNLTP:
nponycKaeT TonbKo rony6on ceet NMH3a 06bekTMBa

C AnvHoM BOMHbl 450-490 Hm
g 00beKT

Puc. 9.13. OnTuueckas cucrema ¢payopecueHTHOro MMKpockona. Habop dpuabTpoB cocTouT ns GpuasLTpoB BO3-
6y:kaeHus (1), ammccum (Mam 3anupatoero dpunbtpa) (3) 1 AMxponyHoro (cBeToaenTeNbHOro) 3epkana (2).
3pecb NokasaH npumep Habopa GUALTPOB AnA perncTpauumn GBayopecLeHTHOW MOoNeKy/bl diyopecLenHa.
B faHHOM BMAE MUKPOCKOMNMM 0COBEHHO BAaXKHO HannuYne 06 beKTUBOB C BbICOKOWM YMCNOBOM anepTypou, no-
CKO/bKY NPW J@HHOM YBE/IMYEHUMN APKOCTb GIYOPECLEHTHOrO 3006pakeHUa NPONOpLMOHaIbHA YeTBEPTOM
CTEeNeHn YMCN0BOM anepTypbl (CM. TakKe puc. 9.6).
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DAPI

Puc. 9.14. dnyopecueHTHble 30HAbI. [ToKa3aHbl MaKcK-
Ma/ibHble AJ/IMHbI BOMH MOM/IOWEHUSA U UCMYCKAaHUA He-
CKO/IbKMUX LUMPOKO MpPUMEHSeMbIX GNyopecLeHTHbIX
420 Hm 30HA0B B COOTBETCTBMM C LiBETOBLIM CMeKTPom. POTOH,
ncnyckaembli GnyopecLeHTHOM Monekynom, 0ba3atesibHo
0b61agaeT MeHbLen sHepruel (6onbLuen AIMHOM BO/HBI),
460 1w YeM MOMOLLEHHbIV GOTOH. ITUM MOMXKHO 0B BACHUTL PasHU-
Ly MeXAY MaKCUMYMaMU NOTOLWEHMs U dyopecLeHLmu.
CFP, GFP, YFP n RFP — 3T0 rony6oi, 3eneHbli, KenTbii
1 KpacHbli dyopecLeHTHble 6e/KM COOTBETCTBEHHO. ITO
500 HM He KpacuTenu, 1 Mbl NoapobHO 06CYAUM UX HUXKe B 3TOM
rnase. JADU (4,6-amamenmnHo-2-peHnn, aHesa. DAPI) wupo-
KO MCMOAb3YIOT B KayecTse 06LLero GpyopecLeHTHOro 30H-

pogamuH B
540 HM Aa AHK. OH nornowaet YO n dnyopecumpyeT ApKO-CUHUM.
OUTL, (aHen. FITC) — 310 cokpalleHue ana dpayopecuemnHa
Alexa 568 M30TUOLMAHATA, LWMPOKO NMPUMEHAEMOrO NMPOU3BOAHO-
ro ¢payopecLenHa, UCMYCKAOLWErO APKO-3€/1eHbIV CBET.
RFP 580 HM OcTanbHble 30HAbI 06bIMHO UCMONB3YIOT Ans dayopec-

LUEHTHOINo Me4YeHUA aHTUTEN U APYyrmx 6enkos.

620 HMm
MUHOM, MOKHO CpaBHHUBATb paclpejgeseHue

Pa3JIMYHBIX MOJIEKYJ B KJeTke. MoseKyJibl
KpacuTeseil B MUKPOCKOIT GY/IyT BUIHBI TIO OT-
JIeJIBHOCTU TIPH TIEPEKJIOYEHIN MEXK/TY JIBYMST
M3MYYEHME Habopamu (UIbTPOB, KaK/[blil M3 KOTOPbIX
crierpuuer K ONpeIeIEHHOMY KPaCHTEJIO.
Kak mokasaHo Ha puc. 9.15, TOUYHO Tak ke
MOKHO HCTIOJIb30BaTh TPH (PJIYOPECIIEHTHBIX METKHU JIJIST JIOKATM3AINH TPEX PA3JIUUHbBIX
MOJIEKYJI B OJIHOI M TOiT »Ke KJeTKe. B nocsie/iHee BpeMs pa3zpaboTaHO HECKOJIBKO CITe-
IUAJIBHBIX Kpacutesiell 17t (DIyopeciieHTHON MUKPOCKOINUM; K HUM OTHOCSITCS, HAITPU-
mep, Cy3, Cy5 u Alexa (cm. puc. 9.14). Itu opranudeckue GryopoxpoMbl 00Ia1a0T
HecKosIbKuMu HefoctaTkaM. OHM BO30YXKIAIOTCS CBETOM OYEHb Y3KOTO MPOMEXKYTKA
JUIMH BOJIH (XOTSI /U1l Pas3HbIX KpacuTeseil JJIMHbI BOJH Pa3Hbie) U J0BOJBHO ObICTPO
TYCKHEIOT TIPU MOCTOSTHHOM ocBetienu. OIHaKO HeJIaBHO pa3paboTanbl 6osiee cTabGuiib-
Hble HeopraHwvyeckue (GJyopoxpoMbl. Mesbyaiiiiime KPUCTAIIBI MOTYTIPOBOHUKOBBIX
MarepuasioB, HA3bIBAIOIINECS HAHOYACTUIIAME, WJIU KGAHMOGHIMU MOUKAMU, BO3OYK-
JIATOTCS TMUPOKKUM CIIEKTPOM CHUHero cpeta. lI[BeT HMCITyCKaeMOro MMM CBeTa 3aBUCHT
OT TOYHOTO Pa3Mepa HAHOKPUCTAJLIA, JUAMETP KOTOPOTO 0OBIYHO HAXOUTCS B TIPE/IesIax
ot 2 1o 10 um. Bosee toro, ux ¢IyopeciieHiiust 04eHb MeJJIEHHO 3aTyXaeT CO BPeMEHeM
(puc. 9.16). In HAHOUACTHIIBI TIOC/IE TIPUCOEANHEHNS K JAPYTHM 30HaM, HAlpPUMep
AHTHUTENIAM, UIEAJTBHO TIOXOAT JIJIs HAOMIOIeHNsT 3a MOJIEKyIaMu BO BpeMeHu. [locse
BBEJIEHUST B JKUBYIO KJIETKY, HAIPUMEDP B 9MOPUOH, TIOTOMKOB UCXO/IHOU KJIETKU MOYKHO
HAGTIO/IATD JIasKe Yepe3 HECKOJIBKO JIHell 110 uX (uryopectientmu. Takum o6pazoM, MOKHO
MPOCJIEKMBATD KJIETOUHbIE JIMHIH.
Meto/bt hoyopeciieHTHOI MUKPOCKOITHN, 00CYKIaeMble HUKe B 9TOU IJIaBe, MOKHO
TaKKe MIPUMEHATD 7T HAGJIO/IeHIs 32 U3MeHeHHeM KOHIIEHTPAIIUK U MeCTONOIOKEHUST
OIIPEJIE/IEHHBIX MOJIEKYJT BHYTPH JKU6blX KieToK (cM. cTp. 592).

660 HMm

BO3BY>XOEHNE
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Puc. 9.15. dnyopecueHTHas MUKPOCKONUA C He-
CKONbKMMM 30HAZaMU. [1nA nonyyeHua AaHHOWM
KOMMO3ULMOHHON MUKpodoTorpadmm KaeTku
B MWUTO3€ MCMOAb30BaHbl TPU Pa3ANYHbIX ayo-
pecLeHTHbIX 30HA4A A1 OKPALIMBAHUA TPex pas-
JIMYHbBIX KNETOYHbIX KOMMOHEHTOB. MUKPOTPYHOUKHM
BepeTeHa AeNeHnA NnomeyeHbl 3es1eHbiM Gnyopec-
LEHTHbIM aHTUTE/IOM, LIEHTPOMEPbI — KPACHbIM,
a OHK KOHAEHCUMPOBAHHbIX XPOMOCOM — CUHUM
dnyopecueHTHbIM KpacuTenem DAPI. (C ntobe3Horo
paspewwenus Kevin F.Sullivan.)

9.1.6. AHTMTEeNna MOXXHO NCMNOJb-
30BaTb ANA o6Hapy»KeHuA onpe-
AeneHHbIX MoJIeKyn

AnTutesna — 910 GeJIKH, CUHTE3UPY-

eMble B IMMYHHOH CHCTeMe TTO3BOHOYHBIX

10 MKMm JUISL 3amuThl TpoTHB uH(eKipm (cM. 06-

CY>K/IeHHE B TJIaBe 24). D10 YHUKQJIbHbIE

6eJIKH, TIOCKOJIbKY OHM CHHTE3UPYIOTCS B MUJLIMAP/AX PA3JUYHBIX (POPM, KAKIAs U3

KOTOPBIX HeCceT OTJMYHBINH CAiiT CBA3bIBAHNS, Y3HAIONIMIT ONPEIETeHHYIO MOJEKYJIY-

mutenb (wmu anmuzen). Bpicokas cnenuduyHOCTb aHTUTE K aHTHI€HaM JeJaeT MX

3 EKTUBHBIM MHCTPYMEHTOM B PYKaxX KJETOYHOro Ouosiora. MeueHHbie (piryopeciieHT-

HBIMU 30H/IaMU aHTHTE/1a He3aMEHNMBI /1711 OOHAPY KeHNS TIPU TOMOTITH (DJIyOPecIieHTHO

MUKPOCKOIIH crernpuIecknx MoaeKky.1 B kierkax (puc. 9.17). MedeHHbIe 5/1EKTPOHHO-

MJIOTHBIMU YaCTUIIAMU, HAITPUMeEP YaCTUIIAMU KOJUIOUHOTO 30JI0Ta, AaHTUTEJIA TPIMEHIIOT
JUISL CXOZHBIX 1eJIel B 9IeKTPOHHON MUKpocKomun (CM. HIKe).

nosynpoBOAHUKOBas
cepaueBvHa

___— rmapocpunbHoe
noKpbITUE

cTpenTaBuavH 6) Oc 20c 120 ¢

a) [I—
5 HMm

Puc. 9.16. ®nyopecLeHTHbIe HAHOYACTULbI, U1 KBAaHTOBbIE TOYKU. KBAHTOBbIE TOYKM — 3TO Me/sibYalilumne
HaHOYaCTULbI NONYNPOBOAHMKA CENEHUAA KaAMMSA, MOKPbITbIE CNeLuabHbiM CoOeAnHEHUEM AJ1 TOTO, YTOObI
OHM CTann PacTBOPMMbIMM B BoZe (a). MX MOXKHO CLUMBATL C 6EIKOBbIMM 30HAAMM, HANPUMEpP aHTUTENaMMU
WUAU CTpenTaBmaMHOM. [py BBEAEHUM B KNETKY OHW ByZlyT CBA3bIBATLCA C UHTepecytoLwmm 6enkom. KBaHToBble
TOYKM PA3HbIX Pa3MepOoB MUCMYCKAOT CBET PasHbIX ANMH BOAH — Yem 6o/blie ToUKa, Tem bosblue A/1IMHa BON-
Hbl, — HO BO36YKA,ATCA OHN OAMHAKOBbIM CMHUM CBETOM. (6) KBaHTOBbIE TOUKM, B OT/IMUME OT 6O/IbLUMHCTBA
OpraHUYecKMx KpacuTenen, cnocobHbl CBETUTLCA Heaenamu. B aHHOM KneTke agepHbii 6enok (3eneHsil)
nomeyeH opraHnyeckum dyopecLeHTHbIM Kpacutesnem (Alexa 488), a MMKPOTPYBOUKM OKpaLLeHbl (KpacHbil)
KBAHTOBbIMM TOYKAMMU, CLUMTBIMM CO CTPENTaBUAMHOM. MpU NPOLONKUTENIBHOM OCBELLEHUM CUHUM CBETOM
dnyopecLeHTHbIN KpacuTenb BbICTPO BbILBETAET, TOTAA KaK KBAHTOBbIE TOUKM NPOAO/IKAIOT dyopecumpo-
BaTb. (6, u3 X. Wu et al. Nat. Biotechnol. 21: 41-46, 2003. C ntobe3Horo paspelueHua nsgatenbscrsa Macmillan
Publishers Ltd.)
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a) 6) |

10 MKkm
Puc. 9.17. UmmyHodnyopecueHums. (a) MukpodoTtorpadus Kpas KynbTUBUPOBAHHOW KNETKM INUTENNA, MONY-
YeHHasA NPU NOMOLLLM TPAHCMUCCUOHHOTO 31EKTPOHHOTO MMKPOCKOMa. BUAHO pacnpeaeneHne MMKpoTpybouek
n gpyrux ¢unameHToB. (6) Ta ke 0b61acTb, OKpaleHHas GAyopecUeHTHbIMM aHTUTENAMM NPOTUB TyOYNUHa,
6e/1Ka, U3 KOToporo cobmpatoTca MUKPOTPYBOUKK. M306pakeHre Noay4YeHo NPy NOMOLLM MeToAa HeNnpAmMom
UMMYHOLIUTOXMMMM (CM. puc. 9.18). KpacHble cmpesKu yKasblBatoT HA OTAENbHblE MUKPOTPYOOUKM, BUAMMbIE
Ha 0boux usobpaxeHunax. ObpaTuTe BHUMAHME, YTO 3a cYeT AMDPAKLMM B CBETOBOM MUKPOCKOME TO/LLMHA
MUKPOTPYOOUEeK KarkeTca paBHOM 0,2 MKM, XOTA peasibHbIl UX aAnameTp coctasnseT 0,025 mkm. (M. Osborn,
R.Webster and K. Weber, J. Cell Biol. 77: R27-R34, 1978. C nto6e3Horo paspelueHus The Rockefeller University
Press.)

[Ipn ncnosb30BaHNK AHTUTE /11T OGHAPY KEHHS M AHAJIN3A OTIPE/IEICHHBIX MOJTe-
KYJI B KJIETKaX MbI 4aCTO YCHJIMBAeM CUTHAJ (hJIyOpPeCieHIINH XUMIYECKIMI METO/IaMu.
Hampumep, HecMOTpst Ha TO 4TO Takast MapKepHash MOJIEKyJa, Kak (DJIyOpecleHTHBI
KpacuTesb, MOXXeT ObITb HANpPSIMyIO CIIHTa C UCIOJIb3YEMBbIM [T CHEI(PIYecKOro
Y3HABaHUS aHTUTEJIOM — NePEUUHbIM AHMUMEN0M, — 6GoJee CHIbHBIN CUTHAJI MOKHO
HOJIYYUTD TIPU MOMOIIM HEMEYEHOTO MePBUYHOTO aHTHUTeJIa, KOTOPOoe 3aTeM B3anMoieii-
CTBYET CO CBSI3BIBAIOIINM €r0 HAG0POM MedeHbIX gmopuunvix anmumen (puc. 9.18).
ITOT TPOIECC HOCUT HA3BAHUE HENPAMOU UMMYHOUUMOXUMUU.

B nHam6oJsiee 4yBCTBUTEJIBHBIX METOJAX YCHJIEHHs CHTHAJIA B KQueCTBE MapKePHOIt
MOJIEKYJIbI, CIIUTOI CO BTOPUYHBIM aHTUTEJIOM, HCIIOJIb3YIOT (hepMeHT. DepMeHT Ies104-
Has pocarasa, HapUMep, B IPUCYTCTBUN COOTBETCTBYIONIIX XUMUYECKIX COE/IITHEHI
JlaeT HeopraHmyeckuii ¢ocdar, KOTOPLIil, B CBOIO 04Yepe/ib, TIPHBOUT K 06PA30BAHUIO
OKpAIIEHHOTO 0ca/iKa. B pesysbrate MOJKHO ONpeJeJHUTb JIOKAIN3AINI0 BTOPUYHOTO
aHTHTEJNA U, CJIEJI0OBATEIbHO, MECTOIOJIOKEHNE KOMILJIEKCA aHTHTeH-aHTHTe 10, [1ocKo/Ib-
Ky Kax/1as1 MoJieKyJ1a (pepMeHTa KaTaJu3upyeT Peakinio 0Opa3oBaHUs THICSY MOJIEKY.JI
IPOYKTA, MOSKHO OGHAPYKHUTH Jlaske O4eHb MasleHbKOe KOJIMYecTBO aHTHreHa. OCHO-
BaHHBI Ha [aHHOM HpHHIWIE TBepAodasublii nMMyHOMepMeHTHbI anamm3 (ana.
Enzyme-Linked Immunosorbent Assay, ELISA) B muanmerax 4acrto HCIOJb3YETCs
B Me/IMIHE B KaYecTBe OYeHb YyBCTBUTEILHOTO METO/Ia aHAJI3a, HAIlPHMep, B TeCTaxX Ha
6epeMeHHOCTD WJIM Pa3JIM4Hble THITh! MHpeKImii. HecMoTps Ha To uTo (pepmenTaTHBHOE
yCHIJIEHHE JieJIaeT MMMYHO(MEPMEHTHbIe aHAIN3bl OY€HDb YYBCTBUTEIbHbIMHU, aAnbdy3ns
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nepBble aHTUTENna: BTOpblIe aHTUTena:
aHTuTena Kponuka Me4eHble aHTuTena
NnpoTUB aHTUreHa A NPOTUB KPONMUYbUX aHTUTEN

MeTKa
MMMOOUIN30BaHHbIN
aHTureH A t t

Puc. 9.18. Henpsamasa MMyHOLMTOXMMUA. JaHHbI MeTog, OBHapyKEHWUA OYeHb YyBCTBUTENEH, MOCKO/IbKY
Kaxo0e NepBnYHOE aHTUTE/IO0 Y3HAETCA MHOMECTBOM MOJIEKY1 BTOPUYHOTO aHTUTeNa. BTopuyHble aHTUTENa
KOBA/IEHTHO CBA3aHbl C MApPKEPHOW MOIEKYNOW, NO3BONAIOLLEN UX NETKO OBHAPYXWUTb. B KauecTBe Takux
MOJIEKY/ LUIMPOKO MCMO/b3YIOT GIyOpecLEeHTHbIE KpacuTenu (ana GayopecueHTHON MUKPOCKoNuK), bepmeHT
nepokcnaasy xpeHa (418 06bI4HON CBETOBON MUKPOCKOMUMU MW SNEKTPOHHOW MUKPOCKOMUM), YaCTULLbl KO-
IONAHOTO 30/10Ta (419 3NEKTPOHHOM MUKPOCKONUK) 1 hepMeHTbI WenouHyto docdaTasy nam nepokcmaasy
(&na 6uoxmmmyeckoro obHapyeHus).

OKPAIeHHOTO OC3JIKa OTPAHWYNBAET MPOCTPAHCTBEHHOE paspeleHne JaHHOTO MeToja
B MUKpocKomuu. /[ 60ee TOUHON BU3yaTbHOHN JOKAIN3ANNN NUCTIOIB3YIOT (hryopec-
TIEHTHBIE KPACUTEJN.

AHTHTEsa TIPOITE BCETO MOJydYaTh MMyTeM MHOTOKPATHOTO BBeJeHNsT 06pasiia aHTH-
reHa B OPTaHW3M JKUBOTHOTO, HANPUMep KPOJWKa I KO3bI, N Mocyieayoniero céopa
000TAINeHHO AHTUTEIAMU CHIBOPOTKU. TaKast UMMYyHHASE ColEOPOMKA, NI AHINUCHLEO-
pomKa, COAEPKUT HEOAHOPOTHYIO CMECh aHTHTEJ, KaXKJ0e M3 KOTOPBIX CHHTE3WPOBAHO
OTJIMYHON aHTUTENO-CeKpeTupyiomeii kaetkoi (B-mmdormrom). Pasmumbre anturesa
Y3HAIOT pa3jInIHbIe YaCTHU MOJIEKYJIbl aHTUT€HAa (Ha3bIBaeMbIe AHTUTI€HHbIMH JeTepMUHAH-
TaMU, WM SIUTOMAME), a TAKKE OCTOPOHHUE TIPUMecH B 00pasiie aHTureHa. Y gajieHue
He)KeJIaTeTbHBIX MOJIEKYJT aHTWTeJ, CBA3BIBAIONINX JIPYTHE MOJIEKYJbI, YBEJININBACT
crennIIHOCTD UMMYHHOH CBIBOPOTKH K OTIPEIEJIEHHOMY aHTUTEeHY; HATpUMep, aHTUCHI-
BOPOTKA K Gesiky X TP MPOITyCKaHNH Yepe3 KOJOHKY /st aduHHOI XpoMaTorpadun,
cojiepsKaliieil anTurenbr X, Oy/IeT CBSI3bIBATHCS C HUMU, A OCTAJIbHbBIE AHTUTENA TTPOM/IYT
HACKBO3b. 3aTeM OUNIIeHHOe aHTH-X aHTUTEI0 MOXKHO 3JIIOMPOBATH M3 KOJTOHKH. OIHAKO
HEOHOPOJAHOCTD TAaKUX MMMYHHbBIX CbIBOPOTOK MHOT/Ia OrpaHNYMBaeT UX IIPUMEHUMOCTb.
dra npobieMa periaercst MyTeM UCHOJb30BaHKsl MOHOK/JIOHATIbHBIX aHTuTeNn (CMOTpU
puc. 8.8). BupoueM, ¢ MOHOKJIOHAIbHBIME AHTUTEJIAMU TAKIKE CBA3AHBI HEKOTOPBIE TIPO-
6Jiembl. [TockosbKy 9TO GEJTKOBbBIE AaHTHTEJIA OTHOTO BH/IA, OHU JIEMOHCTPUPYIOT MPAKTH-
YECKN nJeaIbHYIO CHGI.II/ICI)I/I‘IHOCTI) K ¢IJMHCTBEHHOMY caﬁTy WJIN SIUTOITY Ha aHTUTEHE,
HO JIOCTYITHOCTD 3TUTONA U, CIE0BATETbHO, 3(P(EKTNBHOCTD aHTUTEA, MOXKET 3aBNCETD
OT TIporiecca MPUTOTOBJIEHNS 00pasia. Hampnmep, HeKOTOpble MOHOKJIOHATbHBIE AHTH-
Tesa OyIyT B3aUMOJIEHCTBOBATD TOJBKO CO CBOOOIHBIMU aHTUTEHAMH, IPYTHE — TOJBKO
1ocJie UCTIOJIb30BAHUS ONPeIEeNIEHHbIX (PIKCATOPOB, a TPETbH — TOJBKO ¢ OeJKaMu,
JIEHaTYPUPOBAHHBIMU B TIOJTMakpuiamuinoM resie B ipucyrersun [ICH, a He ¢ Genkamu
B UX HATUBHON KOH(MOPMAIIU.

9.1.7. OnTNYecKnii MMKPOCKON NO3BONAET BU3YyaNn3nmpoBaTb C/IOXKHbIe
TpexmepHble 06beKTbl

Kax Mpr Buztesn, B corydae oObIYHON CBETOBOI MHKPOCKOMMH HEOOXOIUMO MU3TOTO-
BUTb TOHKHE CPe3bl TKAHM; 4eM TOHbIe cpe3, TeM uerde usobpaskeHue. B pesymbrare
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IIPOIlecca U3rOTOBJIEHMSI CPE30B Mbl TepsieM WH(OPMAIUIO O TPETbEM TPOCTPAHCTBEH-
HoM uaMepennu. Kak Torja MOKHO TOJIyduTh U300paKeHne TPEXMEPHOI apXUTEKTYPbI
KJIETKU WJIM TKaHU, U KaK Mbl MOKEM YBU/IETh MUKPOCKOIIMYECKYIO CTPYKTYPY 00pasiia,
KOTOPBIIL, 110 KaKoii-in6o MpudnHe HeJib3sl criepBa HapesaTh? HecMoTpst Ha TO UTO O1ITH-
YecKuil MUKPOCKOIT (DOKYCUPYETCS Ha ONpeeeHHON (hOKATbHOM TIIIOCKOCTH B TIPEesIax
CJIO3KHOTO TPEXMepPHOro o6pasiia, BCce OCTaJIbHble YacT 06pasiia, PacioIoKeHHbIe HIKE
U BbIIIIE IJI0CKOCTH (POKyca, Takke ocBelaiorcst. CBeT, UCXOSIi OT 3TuX 06Jacreii,
TaK)Ke BHOCUT BKJIAJ] B u3oOpakenue, jaBas pachOKyCUPOBAHHYIO Pa3MbITOCTb. B pe-
3yJibTaTe WHTEPIIPETAIUs JieTanell n3006PasKEeHIsT MOMKET 3HAUUTEbHO YCJIOKHUTHCS,
a TOHKAasl CTPYKTypa CTaHEeT HesSCHOU 3a CUeT cBeTa «He B (DOKyce».

Ity 1pobsieMy PenraioT MPU MOMOIIU JABYX PA3JUYHBIX, HO JOMOJHSIONUX JIPYT
JIPyra MOJXO/IOB: BbIYMCIUTENBHOTO M OITHYECKOTO. IJTH METO/bI MOCTPOEHUS TPEX-
MEPHOr0 MHKPOCKOIIMYECKOTO U300PAKEHUS MO3BOJISIOT C(HOKYCUPOBATHCS B TOJCTOM
o6pasiie Ha BbIGPAHHOI ILJIOCKOCTU, UTHOPUPYSI CBET, UAYIIHUIT OT pachOKyCUPOBAHHBIX
o6JiacTeit 1oj| U HaJ[ 3TOi MI0CKOCTbIO. TakuM 06pazoM, MOKHO yBUJIETb YETKUIA, TOH-
kil onmuueckui cpes. V13 Habopa TaKnX ONTUYECKUX CPE30B, CJIEJAHHDBIX HA PasHOi
riy6uHe 06pasiia, Ha KOMIIBIOTEPE JIEFKO BOCCTAHOBUTH TPEXMEPHOe M300paKeHue. ITu
METOZIbI JJAI0T MHUKPOCKOIIMCTAaM TO e, uto ToMorpadus (apyrumu crnocoGamu) gaer
pajinoJioraM, M3y4aioliuM YeJ0BeYecKoe Teso: o0a ammapara BOCCO3/A0T MOAPOGHbIE
n306paskeHusi CPe30B BHYTPEHHETO YCTPOICTBA HHTAKTHOU CTPYKTYPDI.

Bbrumc/muTebHbIN TOXO0/T YacTO HA3BIBAIOT 00OPAUEHHOU C8EpMKOU U300pAKe-
Hus. UToObl IOHATH TO, KAK OH paboTaer, BCIIOMHUM, YTO 32 CYET BOJHOBOU IIPUPOJIbI
CBeTa B CUCTEME JIMH3 MUKPOCKOIA TOUEYHBIN UCTOYHUK CBETA BUAUTCS KAK MaJIEHbKUIT
pasmbrtbiii auck (eM. puc. 9.5). Ero pasmbITOCTb BO3pacTaer, ec/au MCTOYHUK CBETa
JIESKUT HUKe WU Bbiiiie (poKaibHON 11ockocTu. Takoe pasMbitoe n3o6paskeHne Toued-
HOTO MCTOYHMKA CBETA HA3BIBAIOT (hyHKyuell paccesnus mouku. Torma KaxIyio ToUKy
rnpenapara MOXKHO 3aMEHUTb Ha COOTBETCTBYIONIUI Pa3MbITblil [ucK. B pedysbrate Mbl
MOJIYYUM PA3MbITOE N300pasKeHne CI0KHOTO oObeKkTa. [ljisi o6pailieHHol CBEPTKY Mbl,
OGBIYHO IPH MOMOIIM OXJIaaeHHoiT Kamepsl ¢ [13C, cnavama noayuaeMm HaGop (pas-
MBITBIX) M300pasKeHnii, mooyepeHo (GOKYCHPYs MUKPOCKOI HA PasHbIX (DOKATbHBIX
ILJIOCKOCTSIX. 3areM Habop 1udpoBbix n306paskeHmii 06padaTbIBAETCS KOMIIBIOTEPOM JIJIsT
MaKCUMAaJIbHO BO3MOKHOrO u3basJienust ot pasmpitoctu. [lo cyiectBy, KoMibioTepHast
[porpamMMa UCIOJb3yeT (DYHKIIUIO PACCESTHUSI TOYKM MHUKPOCKOIA [IJisi OIpe/esIeHIs
TOTO, KaK MOBJIMSIET PA3MbITOCTh HA N300PAsKEHNE, 1 3aT€M TIPUMEHSIET IKBUBAJICHTHYIO
«06PaTHYIO0 PasMbITOCTh» (OGpAIIEHHYI0 CBEPTKY), IIPeBpallas HEYeTKOEe TPEXMEPHOEe
uzo6paskernue B HaGOP YUCTBIX ONTUYECKUX CPe30B. TpedyeMbie BbIYUCTEHUS JOBOJIHHO
CJIO’KHBI U PaHbIlle CEPbe3HO OrpaHuyuBan ucciaepopareseii. OpHako ceituac, Korjaa
KOMIIBIOTEPBI CTAIN OBICTPEE 1 JIETIEBIE, METO,] 00OPAIIEHHON CBEPTKU N300paskeHnsT HaOu-
paet monyJsspHocTh. Ha puc. 9.19 mokazan nmpumep mpuMeHeHNs JAaHHOTO MOIXOA.

9.1.8. KoHdoKanbHbII MMKPOCKON MO3BONAET NOAYUYNTb ONTUYecKne
cpe3bl NyTeM UCKJIOYeHNA pacPOKyCMPOBaHHOrO CBeTa

KonoxanbHblii MIKPOCKOI pelaeT Ty Ke 3aJady, 4To W OOpalleHHasl CBEpT-
Ka, HO IyTeM MaHWITYJISIUA CBETOM TIepell ero M3MepeHNeM; 3TO aHAJOTOBBbIN MeTO[,
a He 1mdposoit. OnTnyeckas cucreMa KOHPOKaJIbHOr0 MHKPOCKOIIA OYeHD CJIOKHA, HO
OCHOBHO TTPUHITATI, TIPOMJITIOCTPUPOBAHHDIN Ha puc. 9.20, moBosbHo 1poct. o mosy-
JaeMbIM pe3yJibTaTaM KOH(OKAIbHAS MIKPOCKOINS 3HAUNTETLHO TIPEBOCXOUT OOBIYHYIO



Maga 9. Busyanusauua knetok 1027

a) 6) L
5 MKM
Puc. 9.19. ObpawieHHan cBepTKa usobpaxeHus. (a) CeetoBas mukpodoTtorpadums KpynHow NoSUTEHHOM
Xpomocombl Drosophila, okpalweHHow JHK-cBA3biBatoWMM bayopecUeHTHbIM Kpacutenem. (6) Mocne obpa-
LLEEHHOW CBEPTKM M306parKeHNs CTAHOBUTCA BUAHA NOJ0CATOCTb XPOMOCOM. Kaxkaas nonoca MMeeT LWWMPUHY
0Ko/0 0,25 MKM, 4To 6113KO K paspeLuatoLLeit cnocobHocTn mukpockona. (C ntobesHoro paspelierms John
Sedat Laboratory.)

ONTHYECKYIO MUKpocKomnuio (puc. 9.21).

OG6bIYHO B MHUKPOCKOIIE HCTIONB3YIOT (paryopectienTHy o ontuky (emorpu puc. 9.13),
HO, BMECTO TOTO 4TOObI OCBEIATh BECh 0Opasel] 0,JHOBPEMEHHO, KaK 9TO OObIYHO JIeJIAeTCs,
OINTHYECKasi CHCTeMa B KaXK/bIil MOMEHT BpeMeHu (hOKYCHUPYET MSTHO CBETa HA €/[UH-
CTBEHHOII TOUKE Ha onpejiesieHHoil riy6une obpasua. [lyist aToro TpeGyercst oueHb SipKuit
TOYEYHDBINl UCTOYHUK CBETA; OOBIYHO UCIIOJb3YIOT JIa3ep, IyUYOK KOTOPOTO IPOIYCKAIoT
yepe3 jauadparMy OueHb MaJoro juamerpa. VciyckaeMyio OCBelaeMbIM BEIeCTBOM
dayopeciieHInio coOOUPAIOT U MEPEHOCAT HA U300PAKEHKE TIPU TIOMOIIH TOXO/ISIIErO
nerekropa ceta. [lepesn ierekropoM ycranapimBaioT guadparmy ¢ TOUEYHbIM OTBEPCTUEM
B KOH(DOKAILHOM TIOJIOKEHUN TI0 OTHOIIEHNIO K AradparMe jra3epa, TO €CTh JyUH, WC-
IyCKaeMble OCBEIIEHHOIT TOUKOI o6pasiia, Haxoasrcesi TouHo B hokyce. Takum o6pasom,
CBET OT 3TON TOYKH Mpenapara CXoAuTcs Ha auadparMe u WJIeT Ha JETEKTOP.

C npyroii ctopoHbl, cBeT OT obJacteii BHe (POKAIbHON MJIOCKOCTH OCBEIEHUST TaK-
JKe HaxouTcest He B (hOKyce ToueuHol auadparMbl U, CIe0BATEIBHO, GOJIBIIEI YacTbiO
orpesaercs ot gerektopa (em. puc. 9.20). /{1 mocTpoeHust ABYMEPHOTO N300PaKeHNsS
MOCJIeTOBATETbHO CYUTBHIBAIOT JJAHHBIE C KAKI0W TOUYKM (POKATHHON TMJIOCKOCTH ITyTeM
PacTPOBOTO CKAHMPOBaHMs Beell I1ockocTn (Kak Ha sKkpaHe TesieBnsopa). Mzobpaxkenue
BbIBOJMTCS Ha BuIeodkpan. Ha puc 9.20 ne mokazaHo, 4To cKkaHUpoBaHUue 0ObIYHO TIPO-
U3BOJIUTCS ITyTEM OTPAsKEHUS JTyda KOJTEOJIONMMCS 36PKAJIOM, PACIOIOKEHHBIM MEKTY
JIMXPOUYHBIM 3€PKAJIOM ¥ JINH30W OOBEKTHBA TaK, Y4TOObI OCBEMIAIONINI TTyUOK Jia3epa
n KoHpokaibHas uadparMa HaXOAUINCh CTPOTO B OJTHOM PErHCTpE.

KondokambHblii MIKPOCKOT MO3BOJINI pacimdpoBaTh CTPYKTYPbI MHOKECTBA
CJIOKHBIX TPeXMepHbIX 00beKkToB (puc. 9.22), BKIOYAs CeTH BOJOKOH IUTOCKEIETa
B IIUTOIJIa3Me U PACIpe/iesieHie XPOMOCOM U TeHOB B sifipe.

CpaBHutesibHast IIEHHOCTb METO/I0B 0OPAIIEHHOI CBEPTKY 1 KOH(MOKATBHOI MUKPO-
CKOIIUU JIJISI TPEXMEPHOIT ONTHYECKOH MUKPOCKOIIUU BCE €Ille OCTAETCS 110/l BOIPOCOM.
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Puc. 9.20. KoHdoKanbHbIli pnyopecueHTHbI MUKPOCKon. Ha 4aHHOW yNpoLLEHHOM cxeme BUAHO, YTO pacnono-
YKeHWe ONTUYECKMX COCTaB/IAOLLMX CXOAHO CO CTaHARPTHBIM GpIyOPECLEHTHBIM MUKPOCKOMOM, U306PpasKeHHbIM
Ha pucyHke 9.13. OcHOBHOE OT/IMYME COCTOUT B TOM, YTO A/1A OCBELLeHNA Anadparmbl C TOYEYHbIM OTBEPCTUEM,
ybe n30bpaxkeHne GOKycMpyeTcA Ha eAMHCTBEHHOM ToUKe 0bpasLa, ucnosnbayeTca fasep (a). McnyweHHas
[aHHOM TouKol obpasua dayopecueHumsa GoKycupyeTcs Ha BTopol (koHdoKanbHoW) anadparme (6). Caer,
McnycKaembli Apyrumun obaactamm obpasua, He GoKycupyeTca Ha guadparme u, ClefoBaTeNnbHO, He BHOCUT
BK/1aZla B KOHeYHOe n3obpaskeHue (B). MyTem ckaHMpPOBaHUA 06pasLia lyHoM Nla3epa CTPOUTCA OYEHb YETKOe
AByMepHoe n3o6paxkeHne GOKanbHOW MI0CKOCTU, HE HAapyLLAeMoe CBETOM Apyrux obaacTei npenaparta.

Kondoxrabible MUKPOCKOIIbI B O0IIEM CJIyYae MPOoIle B UCHOIb30BAHNN, YEM CUCTEMbI
oOpallieHHON CBEPTKHU, U KOHEUYHbIE OIITHYECKIE CPE3bl MOKHO ObIcTpO yBujerh. C aApy-
roii cToponsl, oxaaxaeHubie Kamepbl ¢ [I3C (mpuGopaMur ¢ 3apsAA0BOii CBA3DIO), IIPU-
MeHsieMbie B cucteMax oOpallieHHOl CBEPTKH, OueHb A(D(HEKTUBHO COOMPAIOT CBET MAJIOI
UHTEHCUBHOCTU, U UX MOXKHO HUCIIOJIb30BATH IS CO3/IaHUS HOAPOOHBIX TPEXMEPHDBIX
uzo6paskenuil cjaGOOKPAIIEHHbIX WU JIETKO HOBPEK/IAEMbIX CBETOM KOH(OKAIbHOIO
MUKPOCKOIIA [IPENapaToB.

O6a Merojia, OJIHAKO, UMEIOT ellle OJMH HEI0CTATOK: OHU ILJI0XO PaboTaioT C TOJ-
creiMu o6pasiaMu. MeTo/bl 06paleHHOl CBEPTKU ObICTPO CTaHOBSTCS HEADDEKTUBHBIMEI
Ha ruiy6une npernapara, 6oJbiieir yueM 40 MKM, TOr/ia Kak KOH(OKAIbHbIE MUKPOCKOIIbI
C11I0cOOHbI TOJTy4aTh n300paxkenus /10 riaybunbl 150 MrM. B nacrosiiiee BpeMs B crieru-
AJIbHBIX KOH(POKAIBbHBIX MUKPOCKOIAX HMCIOJIb3YIOT MPUHIUI BO3OYKAeHust (Jiyopec-
LEHTHBIX MOJIEKYJI [Ijisi IPOHUKHOBeHust TJiy6ke B o6paser]. O6buHO (JiyopeciieHTHbIe
MOJIEKYJIbI BO30YKIAIOTCSI €JIMHCTBEHHBIM BBICOKOIHEPreTUYeCKUM (POTOHOM, JIJIMHA
BOJIHBI KOTOPOTO MEHbIIIE, YeM UCITYCKAEMbIii CBET, HO UX MOKHO JIOTIOJIHUTEIHHO BO306Y-
auThb TtoriomenyeM AByx (1 Gosee) (hOTOHOB MEHbBIIEN SHEPIUK P YCJIOBUH, YTO OHU
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a) 6) [ I—
10 MKkm
Puc. 9.21. CpaBHeHMe TPagULIMOHHOW U KOH(OKaNbHOW MUKPOCKONUK. ITO ABe MUKpodpoTorpadumm ogHoro
1 TOFO e 3apogpllia Drosophila Ha cTafmm racTpynbl, OKpalleHHOro GayopecLeHTHbIM 30HAOM K aKTUHOBbBIM
dunameHTam. (a) ObbIuHOE, HeobpaboTaHHOE M306paKeHNE Pa3MbITO U3-3a NPUCYTCTBMA GIYOPECUMPYIOLLUX
CTPYKTYP HUKe U1 Bbilwe GpOoKanbHOM naockocTu. (6) Ha KoHdoKaibHOM M306parkeHMM 3Ta pacHOKyCMpoBaHHas
MHGOPMALLMA YAANAETCA, U NONYYAETCA YETKUIM ONTUYECKUI Cpe3 KNeToK 3apoabiwa. (C ntobesHoro paspelleHms
Richard Warn n Peter Shaw.)

JIOCTHTAIOT MOJIEKYJIbI 32 (DEMTOCEKYH/TY U MeHbie. [IpiMenenne Takoro BO30Y KIeHUsT
GoJIbIliell ITMHOM BOJTHBI HECET HECKOJIBKO BAXKHBIX MPEUMYIIECTB. [TOMUMO CHIDKEHUST
(hoHOBOTO TTyMa, KPACHbIH WK 10YTH HH(GPAKPACHDIH CBET CIIOCOGEH TIPOHUKATH TTy(Ke
B o6paseil. MysibTudotoHHbIe KOH(POKATBHbIE MUKPOCKOIIBI, CKOHCTPYUPOBAHHBIE C HIC-
HOJIb30BAHUEM TAKOTO <«ABYX(POTOHHOTrO» 3dekra, 0ObIYHO CIIOCOGHDI [aBaTh YETKHE
n3o6paskeHus jaxe Ha ruay6mune o6pasia 0,5 MM. ITO 0COGEHHO IEHHO NPU U3yYeHUN
JKUBBIX TKAHEH, HATPUMeEp, /IS BU3YAIU3AIMN IMHAMUYECKON aKTHBHOCTH CHHAIICOB
1 HEeHPOHOB BOJIM3HU TIOBEPXHOCTH KKUBOro Mosra (puc. 9.23).

L |
20 MKM

Puc. 9.22. TpexmepHaa PeKOHCTPYKLMA U306parkeHnit KOHPOKANbHOrO MUKPOCKoNa. MMbinblLa, B AaHHOM
cnyyae cTpacTougeTa, 06/1a4a€eT CNOKHOM CKYNbNTYPUPOBAHHOW KNETOYHOM CTEHKON, cofeprKaliel gnyo-
pecueHTHble coeanHeHUs. M306parkeHns, NoslyYeHHble Ha Pa3HOM rybuHe MblIbLEBOro 3epHa, MOryT b6bITb
ob6beanHeHbl A1 NONYYEHUA TPEXMEPHOI CTPYKTYPbI LENI0K MNbIIMHKK (NOKasaHa cnpasa). Tpu oTaenbHbIX
ONTUYECKUX Cpe3a U3 NOHOTO Habopa 13 30, Ha KarKA0M 13 KOTOPbIX MOYTU He BUAHO BKIaZa COCEAHUX CPE3OB,
nokasaHbl cniesa. (C ntobesHoro paspelweHus Brad Amos.)
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Puc. 9.23. MynbtudoTOoHHOE NnonyveHue u3obpaxkeHui. ViHdpakpacHbIii cBeT 061a43ET MEHBLUUM MOBPEXK-
[OAOLWMM AENCTBUEM Ha XKMBbIE KNETKM U CNOCcOBeH NPOHMKaTb INy6Ke B KUBble TKaHW. [ByXPOTOHHbIN 3hdEKT,
NPy KOTOPOM GIYOPOXPOM MOKET ObITb BO3BYKAEH NPU OAHOBPEMEHHOM MOMOLWEHUMN ABYX MHPAKPACHbBIX
($HOTOHOB BMECTO €IMHCTBEHHOTO BbICOKOIHEPreTUYECKOro HOTOHA, NO3BONAET HAM BUAETb Ha Iy6uHy 0,5 Mm
BHYTPb KOpPbI KMBOrO rO/I0OBHOTO MO3ra MbilwKn. Kpacutenb, GpnyopecueHLma KOTOporo n3MeHAeTca B 3aBu-
CMMOCTM OT KOHLEHTPALMW KanbLuaA, NO3BONAET YBUAETb U3MEHAIOLMECA BO BPEMEHM aKTUBHbIE CUHAMChI
(#cenmeoie) Ha peHAPUTHBIX WKNuKax (kpacHsle). (C ntobesHoro paspewenuns Karel Svoboda.)

9.1.9. OnyopecueHTHble 6eN1KN MOXXHO NCNONb30BaTh A/ MapKUpPOBa-
HUA OTAENbHbIX 6e/IKOB B XKUBbIX K/1eTKaxX 1 opraHu3max

[laske Han6osiee crabGuiibHble KJIETOUYHbIE CTPYKTYPbI JOJKHBI ObITh COOPAHBI, PA30-
6paHbl 1 1TpeoOpPa30BaHbl B TeYeHMe KM3HEHHOTO THKJa KJIeTKu. [[pyrue cTpyKTypbI,
4acTo OIPOMHOTO pa3Mepa B MOJIEKYJISIPHOM Maciitabe, ObICTPO NBMEHSTIOTCS, JABUKY TCS
1 TIepecTpamBaioT celsl 0 Mepe TOro, Kak KJETKA YIPaBJsgeT CBOMMU BHYTDEHHUMH
MIPOIleCCaMyl M pearnpyer Ha OKpyskafoIyto cpeny. CIoKHbIe, BLICOKOOPTaHN30BAHHbIE
AJIEMEHTDI MOJIEKYJISIPHOTO alapaTa repeMearoT KOMIIOHEHTDI TI0 KJIeTKe, KOHTPOJIUPY s
JIBIDKEHNEe BHYTPD Si/Ipa W M3 HETO, M3 OJIHOW OpTaHesIbl B IPYTYIO M B caMy KJETKY
1 U3 Hee.

PazpaboTaHo HECKOJIbKO METOJIOB, TO3BOJISIONINX CAETaTh OIpeIeTeHHbIe KOMIIO-
HEHTBI JKUBbIX KJIETOK BUMMBIMU B MIKPOCKOIT. BOJIBITMHCTBO 3THX TTO/IX0/IOB BKJIIOYAET
B cebst ucnosb3oBanne (hJIyopeciieHTHbIX OeJKOB, U OHU TPEOYIOT KOMIIPOMUCCA MEXK]LY
COXPAHHOCTBIO CTPYKTYPBI 1 3 PeKTUBHBIM MeueHneM. Bee onmcannble Bbite (ryopec-
IIEHTHDbIE MOJIEKYJ/IbI CHHTE3UPYIOTCSI BHE KJIETKU 1 3aTeM NCKYCCTBEHHO BBOJSTCS B Hee.
Ceituac, mocjie oGHapy3KeHMs FeHOB, KOAMPYIONIUX 110 CBOEi mpupo/ie (iyopeciieHTHbIe
MOJIEKYJTbI GEJTKOB, OTKPBITBI HOBbIE BO3MOXKHOCTH. ['eHHAast MH KeHepust Terieph TTO3BOJISIET
CO3/IaBaTh KJIETOYHDIE JIMHIY WM OPTAaHU3MbI, CHHTE3UPYIOIIIe CBOM COOCTBEHHDIE BH/IH-
Mble MapKepbl I MeTKI 6e3 BBEIEHNS Uy>KePO/THBIX MOJIeKyJI. Takue KJIeTKN BbICTABJISIOT
HATIOKa3 CBOe BHYTPEHHee YCTPOUCTBO B SIPKOM (PJIyOPECIIEHTHOM CBeTe.

[naBHbIM cpe hTyopecieHTHBIX GeJIKOB, NCITOJIb3YEMbIX [IJIST ATUX TeJIeH, SBIIseTcst
sesenblii ¢uryopecuentusiii 6eaok (Green Fluorescent Protein, GFP), BbiieseHHbIi
u3 Meny3bl Aequoria victoria. Itor 6eJIOK B HOpME KOJIUPYETCs eIMHCTBEHHBIM T€HOM,
KOTOPBIIf MOJKHO KJIOHUPOBATDH 1 BBECTH B KJIETKU JAPYTUX OPraHu3MoB. CHHTE3NPOBAHHDIIH
Gestok cHavasia He (uryopecipyer, Ho re-To depes yac (GoJiblie 1in MEHbIIE B CIydae
HEKOTOPbIX aJllefiell TéHOB) OH TIPETEPIIEBAET ABTOKATAIUTIHYECKUE OCTTPAHCISIINOHHBIE
MomduKarmm 17151 opMupoBaH 3D(HEKTHBHOTO U APKOTO (DJIyOpeCcIMpyIONIero IeHTpa,
OKPY’KEHHOTO BHYTPEHHNM 0GbeMoM Goukoo6pastoro Genka (puc. 9.24). VIHTeHCHBHDII
caiT-criermpnyeckmii MyTareHe3 TOCIe0BATETbHOCTH MCXOJIHOTO TeHa MPUBeN K TO-
JIYUEHUIO TI0JIe3HOH (PJTyOpeciieHIIn B Pa3HOOOPA3HBIX OpPraHm3MaX — OT JKMBOTHBIX
1 pacteHuii o rpu6oB 1 MUKpoOoB. Takxke yirydieHa a(hPeKTUBHOCTD (PTyOpecIieHITnH
1 CO3/IaHbl aJbTepHATUBHDBIE (DOPMBI O€JIKA, OTJIMYAONIIECS M0 CIIEeKTPaM TIOTJIONIEHNST
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Puc. 9.24. 3eneHblii pnyopecueHTHbI 6enok (GFP). Ha cxematu- N
YecKn n3obpakeHHoM 3aechb CTpyKType GFP xopoluo BuAHbI oanH-

HaAuaTb -1MCcToB, 06PA3YHOLLMX CTEHKU «BOUKN». BHYTPU «6OUYKM»

PacrnosioKeH aKTUBHbIN Xpomodop (memHo-3eneHsbll), KOTopbIit

dopmupyeTca NOCTTPAHCNALMOHHO M3 BbICTYNaoLWMX GOKOBbIX Lie-

new Tpex aMMHOKUCIOTHBIX OCTaTKOB. (AganTuposaHo u3 M. Ormo

et al., Science 273: 1392-1395, 1996. C ntob6e3HOro paspeLueHus

nsgatenbcrea AAAS.)

U NCITyCKAHUS B CHHE-3eJIeHO-JKeIThIX Tpezesnax. He-
JIaBHO OTKPBITOE B KOpaJLJlaX POJCTBEHHOE CeMeHCTBO
dayopeciieHTHBIX GENKOB TO3BOJIAIO UCIIOJIbH30BATH
KpacHyIio o6mactp cnekrpa (eMorpu puc. 9.14).
OnHo W3 caMbIX TpOCThIX npuMeHennit GFP
SIBJISIETCST €TO UCTIOTb30BAHNE B KAUECTBE PETIOPTEPHON
MOJIEKYJIbl — (DJIYOPECIIEHTHOTO 30H/1a JJisi HaOJMo/1e-
HUA 9KCIIpeccun reHoB. MOKHO CO3/1aTh TPAHCT€HHbIH
opraausM, y kotoporo GFP-komupyroras mociemoBa-
TEJIBHOCTD OYI€T HAXOIUTDHCS TIO/] TPAHCKPUITIIUOHHBIM
KOHTPOJIEM ITPOMOTOPA MHTEPECYIOIETO TeHa. IJTO To-
3BOJISIET HANIPSIMYIO HAOJMIO/IaTh MIPOMIIIb dKCIIPecCun
reHoB B ;kuBoM opranusme (puc. 9.25). /Ipyroe npumenenne — npucoeannenue kK GFP
CUTHAJTBHOTO TIENTH/IA [T HATIPABJIEHST €T0 B OIPeeTeHHBIN KOMITAPTMEHT KJIeTKU, Ha-
MpUMep, SH/IOTJIA3MATIHUECKUH PETUKYJIyM I MUTOXOH/IPIIO. B pesysbrarte opranesiia
OCBEIIAETCs, ¥ MOJKHO HAOGJIONATh €€ B JKUBOM
cocroaruu (cm. puc. 12.35, 6).
Kommpyromtyio mocaenoBarembaocts JJHK
GFP takske MOXHO BCTaBUTb B HAYATI0 WJIN
KOHEI[ TeHa JAPYyroro Gejika, 4To IMPUBO/IUT K CUH-
Te3y XMMEPHOro IPOLYKTa, COCTOAIIETO U3 3TOTO
Gesika 1 TipucoeimHeHHoro K HeMy GFP-nomena.
Bo MHOrmX ciryyasgx Takoil XUMepHbI 6esoK
¢ GFP Bezer ceba Tak ke, Kak U MCXO/HBIN
0€eJIOK, HANPSIMYIO yKa3blBas HA €ro MOJIOXKe-

Puc. 9.25. Ucnonb3oBaHue 3eneHoro ¢payopecueHTHO-
ro 6enka (GFP) B KauectBe penopTepa. B gaHHOM 3Kc-
nepuMeHTe, MPOBOAMBLLEMCA Ha GPYKTOBOW MYLLKE, reH
GFP npucoeanHann (metogom pekombuHaHTHbIX AHK) K
MYLUMHOMY MPOMOTOPY, aKTUBHOMY TO/IbKO B ONpeseneH-
HOM Habope HelpoHOB. [JaHHOe U306parkeHne KUBOTO
3MBpPUOHa MyLWKKM Bbla0 NMoy4eHo npu nomoLum dbayopec-
LLleHTHOro MUKpOocKona. Ha doTtorpadum BuaAHbI nprmepHo
20 HEelpOHOB, U3 KaXKAOro BbIXOAAT A/MHHbIE OTPOCTKU
(aKcoHbI M geHApPUTHI), coobLatoLmecs ¢ apyrumm (Hednyo-
pecumpyoLLMMM) KneTKamu. 3T HEMPOHbI PaCMONOXKEHbI
NPAMO MOZ, NOBEPXHOCTbLIO }KUBOTHOMO M MO3BOAKT emy
YyBCTBOBATb €ro b6aunkalwee okpyxeHue. (W.B. Grueber
et al., Curr. Biol. 13: 618-626, 2003. C ntobe3Horo paspe-
weHwusa Elsevier.)
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a) L1 6
100 MKkm

Puc. 9.26. benku, meuyeHHble GFP. (a) BepxHsaa noBepxHOCTb IUCTbeB pacTeHunn Arabidopsis NoKpbITa orpom-
HbIMM PA3BETBAEHHbIMMW OAHOKIETOYHbBIMW BOIOCKAMM, BbICTYNAOLWMMMN HaZ, MI0CKOCTBIO anuaepmMmumca. 3T
BOJIOCKM, MW TPUXOMbI, MOXKHO YBUIETb B CKAHUPYIOLWEM 3NEKTPOHHOM MUKpocKone. (6) Ecamn Arabidopsis
TpaHcdhopMMpoBaTb NoceaoBaTenbHocTbio JHK, KoaupytoLwel TannH (aKTUH-CBA3bIBaOLLMI 6E/10K) 1 CLUMTON
C KoampytoLei nocnenosatenbHOCTbio GFP, crHTe3npyemblit dayopecLeHTHbIM 6eN0K TaIMH CBA3bIBAET aKTU-
HoBble GUIAMEHTbI BO BCEX KMBbIX KNETKAX TPAHCrEHHOro pacTeHnsA. KoHPOKanbHaa MMKPOCKONUA NO3BONAET
HabntoaaTb AMHAMMKY BCErO aKTUHOBOTO LIUTOCKeNeTa TPUXOMbI (3eneHblll). KpacHas dayopecLeHuma ncxoamt
oT xnopodunna KNETOK NCTa, Nexawmx nog anuaepmucom. (C ntobesHoro paspelwenus Paul Linstead (a)
n Jaideep Mathur (6).)

Hite n GYHKIMOHNPOBaHUe, GJIarojiapsi reHeTHYeCK! 3aKOMPOBAHHOMY OKPAINBAHUIO
(puc. 9.26). Yacrto MOKHO JJ0Ka3aTh, uTo XuMepHbiil Geok ¢ GFP (hyHKIMOHAIBHO
9KBHUBAJEHTEH HEMeUeHOMY GeJIKy; HAIpHMep, MOKHO MCIIOJIb30BATDh €ro JIJIsl CIIACEHUST
MYTaHTa, Y KOTOPOTO HCXOHbII 6eok oTcyTerByer. Meuenne GFP sBiserca nanbosee
MPO3PAYHbIM M OJHO3HAYHBIM CIIOCOOOM MOKA3aTh PACIIpe/iesieHne 1 TMHAMUKY Geska
B skuBoM opranusme (puc. 9.27).

I
5 MKm

Puc. 9.27. AmHamuKa meueHuna GFP. Ha aaHHoW nocnenoBaTenbHOCT MUKpodoTorpadumii nokasaH Habop
TPEXMEPHBIX M306PaKEHUI KMBOTO AAPA, NONYYEHHbIX B TedyeHue Yaca. KneTku tabaka 6biam cTtabunbHo
TpaHchopmmnpoBaHbl GFP, cluMTbiM € 6ENKOM CNAANCOCOM, KOHUEHTPUPYHOWMMCA B MafleHbKUX AAEPHbIX
TenbLax — Tenbuax Kaxana (cm. puc. 6.48). dayopecumpytolime Tenbla Kaxans, XopoLuo BUAMMbIE B ¥KUBOM
KNIeTKe NP1 MOMOLLM KOHPOKaANbHOM MUKPOCKOMUU, — AUHAMUYECKME CTPYKTYPbI, NepeaBuratoLmecs no aapy.
(C ntobesHoro paspeleHmsa Kurt Boudonck, Liam Dolan n Peter Shaw.)
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9.1.10. AnHaMuKy 6enKoB MO>KHO HabngaTb B XKUBbIX KeTKax

B nacrosimee Bpems duryopectieHTHBIE GeJTKH NCTIOB3YIOT HE TOJIBKO LTS JIOKAJH-
3aIUn OTIpe/ieIeHHOTO Gesika B KJIeTKe, HO U [T U3YYEeHHs €r0 KMHETHYECKNX CBOICTB
U B3aUMOJIENCTBUST ¢ IPyruMu OefikaMu. 37ieCb MbI OIMIIEM TPU METOJIA, B KOTOPbIX
GFP u poactBenHble eMy 6eJIKU MCTOMb3YIOT IS 9TUX TIeJIei.

[lepBbrit MeTosT — 3TO HAGJIO/IEHNE 32 B3aUMO/IEHCTBIEM OTHOTO GEJIKa C IPYTUM
[pH HOMOIIY PE30HAHCHOTO nepeHoca suepruu ¢uayopecuennun (Fluorescence Reso-
nance Energy Transfer, FRET). B gannom no/xozie, MpUHITMIT KOTOPOTO OTUCAH BbIIIE
(cM. puc. 8.26), mBe uHTEpECYIONINE MOJIEKYJIbl METSAT PasHbIME (hJTyOPOXPOMAMH, MO~
JIOGPAHHBIME TAKUM 00Pa30M, 4TOOBI CIIEKTP UCITYCKAHMS OTHOTO M3 HUX TIEPEKPhIBAJICS
CO CIEKTPOM TOTJIONIEHNS ApyToro. Ecim Ba Gesika cBA3bIBAIOTCS JPYT C JIPYTOM U UX
(h1yopOXPOMbBI COMMIKAIOTCST HA PACCTOSTHUE MEHbIIe S HM, OIUH (hJIYOPOXPOM TTEPEHOCUT
AHEPTHUIO TIOTJIONIEHHOTO cBeTa Ha Apyroii. TakuM o6pa3oM, KOr/ia KOMIIJIEKC OCBEIAioT
CBETOM [IJTMHBI BOJIHBI BO30OY>K/JeHNS TlepBoro (hJiyopoxpoMa, perucrpupyemas huyo-
peciiedtst Gy/ieT UMeThb JITMHY BOJIHBI MCITyCKaHusi Broporo ¢uyopoxpoma. B ganHom
MeTo/ie B KadecTBe (hJIyOPOXPOMOB MOKHO MCIIOJIb30BATD /IBE PA3TNYHBIE CTIEKTPATHHBIE
¢opmbr GFP 1 Habmoaarh Takne mporiecchbl, Kak B3aNMOIEHCTBIE CUTHABHBIX MOJIEKYJT
C perienropaMu uim GeJIKOB B MaKPOMOJIEKYJISIPHBIX KoMiuiekcax (puc. 9.28).

Boicokast opranusanusi u ObICTPOTa MHOTUX BHYTPUKJIETOUHBIX ITPOIIECCOB, HATIPH-
Mep JIefCTBIS CUIHABHBIX MOJIEKYJT WM JIBUMKEHUS OJIKOB IIUTOCKEETa, YCIOKHSIOT
UX M3y4YeHue Ha YPOBHE e/IMHCTBEHHOI KJIeTKU. B njieane Mbl XOTUM BBOJIUTH B JKUBYIO
KJIETKY JIIOOYI0 MHTEPECYIONIYIO MOJEKYTy B TOUHO 33/JaHHBIII MOMEHT BPEMEHU 1 B TOY-
HO 33/JaHHOM TOJIOKEHUH W CJIEIUTH 3a MOCTEAYIONIM TOBE/IEHIEM 1 OTBETOM KJIETKH
Ha 3Ty MoJIeKy.Ty. MUKPOMHBEKIINHT HE MO3BOJISIOT TOYHO KOHTPOJIMPOBATH MECTO M BPe-
MST JIOCTaBKI MoJIeKyJibl. Bosee apdekTuBHBIN 1MOX0 — CUHTE3 HEaKTUBHOI (POPMBI
uHTEpecyIoleil (ryopeciieHTHOI MOJIEKYJIbI, BBE/IEHIE ee B KJIETKY W BHe3alHad aKTH-
BaIlysl B BBIGPAHHOM KJIETOUHOM caiite myTeM (POKYCUPOBAHUST HA HEM Jyya CBETA. JTOT
nporiecc Ha3biBaloT poroakTuBaieii. Takoro pojia HeaKTUBHbBIE CBETOYYBCTBUTEIbHbIE
MOJIEKYJISIPHbIE [IPE/IIECTBEHHUKY, YacTO Ha3bIBAEMDbIEC <«3ANEPMbIMU> MOIEKYAAMU,
CKOHCTPYMPOBAHBI JJII MHOTHX (PIyOopoXpoMoB. 715t poKyCHPOBKI MHTEHCUBHOTO TTyYKa
CBeTa Jiazepa Ha MeJibuaiilieil 06JacTi KJIeTKH MOKHO MCIOJIb30BaTh MUKPOCKOI, TaK
YTO HKCTIEPUMEHTATOP CIIOCOOEH KOHTPOJIMPOBATD, T/Ie M Kor/ia Oy/eT poTOaKTHBUPOBaHA
ryopeciieHTHAs MOJIEKY.JIa.

OuH 13 KJIacCoOB «3amepTbiX» (hJIYOPECHEHTHBIX OEIKOB TMOIYYaloT MyTeM TIPH-
coeTuHEHNST (POTOAKTHBUPYEMOTO (PJIYOPECIIEHTHOTO MapKepa K OYHIIIEHHOMY OesKy.
Baxxno, uto661 MoauGUITMPOBAHHbBIIN 6€JIOK OCTaBAJICS OHOJIOTTIECKU AKTUBHBIM: MeUeHIe
«3amepTeiMy» (QJIyOpPECIEHTHBIM KpacuTeseM 100aBIgeT Ha TOBEPXHOCTD 6elka 00beMHYIO
TPYIHITY, KOTOPast JIETKO MOKeT U3MEHNUTH CBOICTBA OesIKa. Y TOBIETBOPUTETHHBII TIPOTOKOJT
MeueHUsT OOBIYHO COCTABJISIETCST TTyTeM TIPo6 1 ommGoK. Kak Tosbko GHOJIOrnYecKn aKTuB-
HbII MeYeHbIil GEJIOK CHHTE3UPOBaH, €ro HeoOXOMMO BBeCTH B KJIeTKy (cM. puc. 9.34),
r/le MOKHO HaGJIIO/IaTh 34 €ro NMoBeeHreM. Hanpumep, MeueHHbIi «3arepTbiMy (hryopec-
[ENHOM TYOYJIUH TIPU BBEJIEHUH B JIEJISIIIYIOCS KJIETKY MOJKET BCTPAUBATHCS B MUKPOTPY-
6OYKN MUTOTIYECKOTO BepeTeHa Jjieierns. Kormaa HeGobIoil yuacToK BepeTeHa JAeTeH s
OCBEIAIOT JIa3epoOM, MeuyeHblil TyOyJuH HaunHaeT (hJIyopeciupoBarth, YTO MO3BOJISET
C JIETKOCTBIO CJIE/IUTD 32 €ro JBUKEHIEM B/I0JIb MUKpOTpy6ouek (puc. 9.29).

Merto pOTOAKTUBAIINK YCOBEPIIIEHCTBOBAH MOCJE OTKPBITHS TOTO (DaKTa, YTO TEHDI,
kozupytomue GFP u poacreennbie duryopectienTHbIe 6eKI, MOTYT GBITH MyTHPOBAHbI



1034  Yactb lll. MeToabl

a)

2)
6)
8) 0)

Puc. 9.28. Pe3oHaHCHbI nepeHoc 3Heprum payopecueHumnn (FRET). JaHHbI SKCNEPUMEHT NOKa3bIBaET, YTo
6en10K Slalp MOXeT NAOTHO B3aMMOAENCTBOBaTbL € Henkom Abplp, yyacTByOWMM B NPUCOEAMHEHUN KOP-
TUKaZIbHOTO aKTMHa K NOBEPXHOCTM KNETOK MOYKYIOLLMXCA APOXKeN. Slalp skcnpeccupyeTtcs B APOXKIKEBON
KneTKe (a) B KauecTBe XMmepHoro 6esnka ¢ entbim npomssogHbiM GFP (YFP). Abplp akcnpeccupyeTcs B Ka-
yecTBe xumepHoro 6eska (6) ¢ ronyboit dopmoii GFP (CFP). CurHan FRET (cm. Takke puc. 8.26), NOKasaHHbIN
34eCb KpacHbIM (B), nonyyaeTcs nyTem Bo3byxkaeHusa CFP, Ho peructpaumm dayopecueHumnYFP, kotopas
6yaeT McnycKkaTbea, TONbKO ecn Aga 6enka HaxoaAaTca 6AnM3Ko APYr K Apyry (Ha paccToAHUM meHbLue 0,5 Hm).
HakopTekce (r) nocne obbegnHenus (a), (6) 1 (B) BUAHbI TP TUNA NATEH: NATHA ogMHoYHoro Slalp (cmpenku
Ha a), NATHa ogMHo4Horo Abplp (cmpeska Ha 6) n nAaTHa gatowero curHan FRET KomnsieKca aTUx 6e/1KoB, N0XK-
HOOKpaLLeHHOe U CKOPPEKTUPOBAHHOE M306paKeHNe KOTOPOro NOKas3aHo Ha (4). MOCKO/bKY yKe M3BECTHO,
yT0 Slalp yyacTByeT B GOPMMUPOBAHMM KNETOUHBIX BKIKOYEHWIM, AaHHDBIV SKCNEPUMEHT GU3NYECKU CBA3AN STOT
NpOoLEecc C NPOLLEeCCOM NPUCOEANHEHNA aKTMHA K KNeTouHoMy KopTekcy. (M3 D.T.Warren et al., J. Cell Sci. 115:
1703-1715, 2002. C ntobe3Horo paspetleHna The Company of Biologists.)

(06bIYHO 3aMeHOIT eIMHCTBEHHOIT aMUHOKUC/IOTHI) JIJIsl CHHTe3a GeJIKOBBIX (POPM, KOTOPbIE
B HOPMAJIbHBIX YCJIOBUSIX BO3OYsK/eHNs (DIyOpPeciimpyioT ci1abo, HO KOTOPble MOKHO 3a-
CTaBUTh MHTEHCUBHO (DJIyOPECIIMPOBATD ITyTeM aKTHBAINU X SIPKUM JIYYOM CBETa OTJIMIHOM
JUUHBT BOJTHBL. [0 cyIecTBy, MUKPOCKOITHCT 3aTe€M MOJKET i1l Uiv0 CIeIUTh 32 JIOKAIb-
HBIM TIOBe/IeHHeM JIo60r0 Gefika, KOTOPBI MOKET ObITh SKCIIPECCUPOBAH KaK XHUMEPHbBIN
6enok ¢ oxmoit n3 takux dhopm GFP. Brarogapsg takuM reHeTUvecKd 3aKOAMPOBAHHBIM
(poroakTHBIPYEMbIM (PTyOpeCIIeHTHBIM 6eTKaM OTIaeT He0OXOIMMOCTD BBEIEHNS 30H/1a
B KJIETKY. DBoJiee TOro, OHM TIO3BOJISIOT U3YUYaTh KU3HEHHBIN UK U TOBeJeHHe JTI060T0
GeJka He3aBUCHUMO OT JIPYTHX 3aHOBO CHHTE3UPOBaHHBIX GeskoB (puc. 9.30).

TpetbuM crioco6oM mpuMeneHns XuMepHbIX 6ekoB ¢ GFP sBaserca ncnosbao-
BaHue c(OKyCHPOBAHHOTO TTyyKa cBera Jjazepa s Tymienus dayopecienin GFP
B OIIPeIeJIEHHON 00/IaCTH KJIETKH. AHAJIN3 BPEMEHHOI 3aBUCHMOCTH TOTO, KAK OCTaBIIINE-
cs1 MOJIEKYJIBI (DJIYOPECIIEHTHOTO GeTKa MUTPUPYIOT B OTOEJEHHYIO 06J1aCTh, TIO3BOJISIET
MOJYYUTh MHMOPMAIIUIO 0 KHHETUYECKHUX TapaMerpax Oeka. J[aHHbIi MeTo/, 0ObIYHO
TPeGYIONTI NCMOTb30BAHNST KOH(MOKAILHOTO MUKPOCKOIIA, M3BECTEH KaK BOCCTAHOBJIE-
nue ¢ayopecuennuu nocse ¢poroordemsanus (BDIIMD; Fluorescence Recovery after
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[

6) 2) 10 MKM

Puc. 9.29. BUsyanusaumsa ABUMKEHUA MUKPOTPYBOUEK B MUTOTUYECKOM BEPETEHE Ae/eHUA NPU NOMOLLM «3a-
nepToro» ¢yopecuemnHa, cBAsaHHOro ¢ TybynnHom. (a) B meTadasHoe BepeTeHo geneHns, obpasosaslueecs
in vitro B aKCTpaKTe UKPUHOK Xenopus, BKAOUYEHbI TpU GIyOpeCcLLEHTHbIX MapKepa: MeYeHHbIN pogaMMHOM
TYOYNUH (KpacHbeIl) ana MapKMpoBaHUA BCeX MUKPOTPYbouek, cuHuli IHK-cBA3bIBatoWwMiA KpacuTenb ana me-
YeHUA XPOMOCOM M MeYEeHHbII «3anepTbim» dayopecLemHOM TyBY/IMH, KOTOPbIM TaKKe BCTPauMBaeTCa BO BCe
MUKPOTPYBOUKM, HO €ro He BMAHO, MOTOMY YTO OH He (ayopecuMpyeT A0 aKTUBALMK yAbTPadUONETOBbIM
ceeTom. (6) J/lyu Yd-cBeTa I0OKaNbHO aKTUBMPYET MEUEHHbIV «3anepTbim» diyopecueMHom TybyauH cnesa
oT meTadasHOM NNACTUHKK. B TedeHMe cremytolmx HECKONbKMX MUHYT (Ha B — Yepe3 1,5 MUHYTbI, Ha I —
yepes 2,5 MUHYTbI) CUTHAN «3anepToro» GpayopecuenHa-TybyiMHa MUrpUpyeT K IeBOMY NO/OCY BepeTeHa
AeNeHus. OTO yKasblBaeT Ha TO, YTO TyBY/IMH NOCTOAHHO ABUMKETCA, XOTA BEepeTeHo AeneHns (suammoe 6aaro-
AapA KpacHoU GnyopecLeHLMn Me4eHHOro pogaMMHOM TyBy/IMHA) ocTaeTcs 60/bluei YacTbio HEM3MEHHbIM.
(M3 K. E. Sawin and T.J. Mitchison, J. Cell Biol. 112: 941-954, 1991. C ntobe3Horo pa3peLueHus The Rockefeller
University Press.)

Photobleaching, FRAP) u, kak u (hoTOAKTHBAIIN, MOKET JaTh IEHHbIE KOMMYECTBEHHbIE
Jannbie 00 uHTepecyiomeM Oesike, Harpumep, Koabdduimentsr quddysnn, cKOpocTu
AKTUBHOI'O TPAHCIIOPTA MJIM CKOPOCTH CBA3BIBAHKS 1 IUCCOIMAIIMN TIPH B3AaUMOIEHCTBIN
¢ apyrumu Gesikamu (puc. 9.31).

9.1.11. Ucnyckawume cBeT UHAUKATOPbI NO3BONAIOT N3MEPATb ObICTPO
N3MeHALNECcA BHYTPUKIIETOUHbIe KOHLI@HTPaL U NIOHOB

OH 13 coco60B N3YyYEHNS XUMHUHN OT/IETbHON JKUBOI KJIETKH — TIPSAMOE BBe/IeHIE
BO BHYTPEHHUI 00beM KJIeTKHU depes IJIa3MaTHIeCcKylo MeMOpaHy KOHUMKa TOHKOIO CTe-
KJISIHHOT'O HOH-CEJIEKTUBHOTO MUKPO3JIEKTPOAA. JTOT METO/| UCLIOIb3YIOT JJISL U3MEePEeHUs
BHYTPUKJIETOUHOI KOHIIEHTPAIIMY Heoprannyecknx nonos, nanpumep H*, Na*, K*, Cl
u Ca?*. O[HAKO MOH-CEJIEKTUBHbBIE MUKPOAJIEKTPO/IbI U3MEPSIOT KOHIEHTPAIINIO HOHOB
TOJIBKO B OJIHOI TOYKe KJIETKH, U JJII HOHOB, KOHIIEHTPALMA KOTOPbIX Majla, HalpuMep
Ca®*, curHas MeieH bl 1 HecTabuibHbIii. [Ipr 5TOM Takie MUKPO3JIEKTPO/IbI HE TIPH-
CIIOCOGJIEHDI JIJIST PErUCTPAINK ObICTPBIX Y HECTAIIMOHAPHBIX U3MEHEHUIT KOHIIEHTPAIITH
nuroriazMarideckoro Ca*, Urparoiero BaxkHyIo poJib B OTBETE KJIETOK Ha BHEKJIETOUHbIE
curHasbl. Takoro posa n3MeHeHIA MOSKHO aHAIU3UPOBATD [TPH TOMOIIY HOH-CEJIEKTHBHBIX
UHIUKATOPOB, UCIyCKaHNEe CBETa KOTOPBIMU OTpakaeT JIOKAJIbHYIO KOHIEHTPAIUIO HO-
HOB. JTH MHAMKATOPbI JIEJIATCS HA UCITYCKAONINE CBET CIOHTAHHO (JIFOMUHECIIEHTHbIE)
u npu ocsentennn (GryopecieHTHbie).
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Puc. 9.30. doToakTnBaLma. POTOAKTMBALMA — 3TO BbI3bIBAEMbII CBETOM MEPEXOA MONEKY/IbI U3 UHEPTHOTO
COCTOAHMSA B aKTUBHOE. B AaHHOM 3KcnepumeHTe dpoToakTMBMpyemas dopma GFP aKcnpeccmpyeTcs B Ky/b-
TUBMPOBAHHOM }KMBOTHOM KneTke. [lo aktmeauum (Bpemsa 0) B BbIBpaHHOM obnacTu (KpacHsili Kpye) npun Bo3-
OyKAEHNUN CUHUM CBETOM C AJIMHOM BOMHbI 488 HM dnyopecueHumsa GFP He peructpupyeTca coscem unm ee
YpPOBEHb 04YeHb HU30K. OfHaKo nocne akTuBauum GFP npu nomoLy nyyka cBeTa Jlasepa C AJIMHON BO/HbI
413 Hm GFP B BbI6GpaHHOM 061acT HauMHAET APKO dGayopecumpoBaTh (3ea1eHbill). MOXHO KOMYeCTBEHHO
onucatb asuxkeHne GFP npu ero auddysmm s atoli obnactu. NMockonbKy B KNeTke dpayopecueHumelt obna-
[at0T TO/IbKO aKTUBMPOBAHHbIE MOJIEKY/IbI, MOXKHO Hab/toAaThb 3a NyTAMU MUrpaLLMmn, o0bopoTa 1 Aerpagaumm
6enkos. (6, u3 J. Lippincott-Schwartz and G. H. Patterson, Science 300: 87-91, 2003. C nto6e3Horo paspeLueHus
nspatenncrea AAAS.)

IKE0pUH — 3TO JIOMHUHECIIEHTHBIN GEJIOK, BbIJIETECHHBII 13 MOPCKOIl Me/y3bl; OH
uciyckaer cer B npucyrcrsun Ca?" n pearmpyer Ha usmenenne konuentparuu Ca’t
B nipenesax ot 0,5 uM mo 10 uM. Hanpumep, mpu BBefeHUN B SHIIEKIETKY 9KBOPIH
HCIIYCKaeT BCIBIIIKY CBETa B OTBET Ha BHe3allHOE JIOKAJIbHOEe BbicBOGOsKAeHue Ca?*
B IIUTOILIA3MY, KOTOPOE IPOMCXOANUT IPH OILtofoTBopernu (puc. 9.32). DKBOpHH TakkKe
AKCIPECCUPOBAIM METO/IaMK T'€HHOI MH)KEHEPUU B PACTEHUSIX U J[PYTUX OPraHu3Max
JUISE IOJTyueHust Meto/ia Habmoienust nonos Ca’* Bo Bcex KJeTkax 6e3 HeoOXOJAMMOCTH
[IPOBEJIEHNS] MUKPOUHBEKIINI, YTO MOKET ObITb HEITPOCTON MPOIE/Yy PO,

BuosmoMuHecIieHTHbIE MOJIEKYJIbI THUIIA 9KBOPUHA MCITYCKAIOT OY€Hb MAJEHHKOE
KOJIMYECTBO CBETA, B JIYUIIEM CJIydae HECKOJbKO (POTOHOB HA OJHY WHANKATOPHYIO
MOJIEKYJTY, KOTOPbIE CJIOKHO u3Meputbh. DJyopeciieHTHble MHANKATOPLI TIPOU3BOJIAT
Ha TIOPSIIOK GoJibilie JOTOHOB B pacyeTe Ha O/IHY MOJIEKYJTY; TaKUM 06Pa3oM, UX MPOIIe
U3MePSITh, M OHU JIAIOT JIyUlllee IPOCTPAaHCTBEHHOe pasperienne. CunTe3npoBaiu GJryo-
peciienTHble nHAMKATOPbI 171t Ca®t, Kotopble Kpenko casasbiBaioT Ca?t u 1orIonaoT uim
UCITYCKAIOT CBET HEMHOTO PA3JIMIAIONIUXCs ITUH BOJIH B CBOGOHOM 1 cBstzaHHOM ¢ Ca?*
cocrosiHusiX. V3Mepsist OTHOIIEHUE HHTEHCUBHOCTEH (DJIyOPECIIEHITUN TIPU JIBYX JIJTMHAX
BOJIH BO3OYXKAEHUST VJIM UCHYCKAHMsI, MOKHO OIPEJIEJUTh OTHOIEHNe KOHIIEHTpaInii
cesizanioro ¢ Ca?" uHanKaTopa u cBOGOIHOTO MHMKATOPA, |, TAKUM 06Pa3oM, aKKypar-
HO U3MEPUTH KOHIeHTpalmio cBo6oHoro Ca’*. Takoro po/a MHAMKATOPbI UCTIOIb3YIOT
JUISL TIOCEKY H/IHOTO HAGTIO/IeHNS 32 U3MEHEHNEM KOHI[EHTPAIUK BHY TpUKJIeTouHoro Ca?*
B Pa3/IMYHbBIX YacTAX KJAETKH B (huIyopecieHTHOM MuKpockone (puc. 9.33).
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6) KOHTpOMbHas KneTka

Puc. 9.31. BocctaHosneHue dnyopecueHumum nocne poroorbennsanma (FRAP). MHTeHCUBHbIN choKycnpo-
BaHHbII CBET Nasepa TyLwuT, uam otbenusaert, dayopecueHumio GFP. MyTtem cenektnsHoro ¢potootbenvsaHus
Habopa ¢nyopecLeHTHO meyeHbIx 6e/KOB B 3afaHHOM 061acTU KNETKU MUKPOCKOMUCT MOXKET BO BpeMeHU
HabNtoAaTh BOCCTAHOB/IEHWE, NO Mepe TOro Kak ocTaBluneca GyopecLeHTHbIe MONEKY/bl MUTPUPYIOT B OT-
6eneHHyto 06nacTb. B aKkcnepumeHTe, NOKa3aHHOM Ha (a), MICNONb30BaNUCL KNETKU 06e3bsiHbl B KyNbTYpE,
CUHTe3MpYtoLLLMe ranakTo3uaTpaHcdepasy, GepmeHT, KOTOPbI NOCTOAHHO LMPKYIMPYET MEXAY anmnapaTtom
TONbOMKM Y SHA0MNA3MATUYECKMM PETUKYIYMOM. AninapaT [obA KM B OL4HOM U3 ABYX KNETOK 6bl1 poTooTOENEH,
a CMHTe3 HoBoro diyopecLmpytoLLero 6eska 6bin 610KMpoBaH NyTem 06pPaboTKM KNETOK LUKIOTEeKCUMMUAO0M.
BoccTaHoBNeHWe, NponcxogAaLLee B pesysibtate MUrpaummn dayopecueHTHoro depmeHTa U3 3P B fonbaKy,
MOKHO HabtoaaTb Bo BpemeHMU. (6) Cxema aKcnepuMmMeHTa, NoKasaHHoro Ha (a). (a, u3 J. Lippincott-Schwartz
et al., Histochem. Cell Biol. 116: 97—107, 2001. C ntobe3Horo pa3pelueHus Springer-Verlag.)

Cxommpie (paryopeciieHTHbIE HHNKATOPBI IPUMEHSIOT /1711 U3MePEHN IPYTHUX FOHOB;
HEKOTOpbIe, HAIlprMep, pearnpyiot Ha H* 1, ciienoBarebHo, M03B0JSIOT onpeiesnTsb pH.
HekoTopble n3 3TNX WHANKATOPOB MOTYT MPOHNUKATD B KJETKY TTOCpPeICTBOM aAnddysnmn,
1 TIOATOMY UX HE Ha/I0 BBOJUTD MUKPOUHbBEKITIELT; ATO TIO3BOJISIET OJJHOBPEMEHHO HAGTIO-
JIaTh BO (PJIyOPECIIEHTHBII MUKPOCKOIT OOJTBITIOE KOJMYECTBO OTAETbHBIX KIeTOK. HoBbIe
THITbI HHANKATOPOB, UCIOJIb3yeMbIe B COYETAHNN C COBPEMEHHBIMU METOIaMi 06Pa0OTKH
n300paKeHNii, TIPUBETN K BOBHUKHOBEHUIO OBICTPBIX M TOYHBIX METO/IOB aHAIM3a W3-
MeHEeHWH KOHIEHTPAITNI MHOXKEeCTBA PA3IMYHBIX MAJbIX MOJIEKYJ B KJIETKE.

9.1.12. [loCcTynHO HECKOJZIbKO MeTOA0B BBeeHUSA B KNeTKY BeLlecTs,
ANA KOTOpbIX MeM6paHa HenpoHuLuaema

YacTto GbIBaeT MOJE3HO BBECTH B KUBYIO KJIETKY MOJIEKYJIbI, /11 KOTOPBIX MeM-
OpaHa HellpoHuIaeMa. ITo MOryT ObITb aHTHTeJIa, Y3HAIOIME BHYTPUKJIETOYHbIE OeJIKN,
HOpMaJIbHble GeJIKN KJIeTKH, MedeHHble (DIyOPecIeHTHbIM MapKepOM, WM MOJIEKYJIbI,
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Puc. 9.32. DKBOpPUH, IOMUHECLLEHTHDBI 6e/10K. JTIOMUHECLEHTHbIM 6eN0K 3KBOPUH UCMYCKAET CBET B Npu-
cyTcTBUM cBoboaHOro Ca2*. 3aeck B ANLEKNETKY pbibbl MeAaKu BBENM SKBOPUH, KOTOPbIN AnddyHaMpoBan
Mo BCEMY LLMTO30/1t0. 3aTem AMLEKNETKY ONIOA0TBOPUAM CNIEPMATO30MA0M U HabN0AA/IM NPU MOMOLLY BbICOKO-
YyBCTBUTENbHOW Kamepbl. C HTEpBanom B 10 ceKyHA, caenaHbl YeTbipe GoTorpadmm co CTOPOHbI TOUKM BXOAA
cnepmatosonaa. Ha n3obpaeHnax BUAHbI BOMHbI BbICBOBOXAEHMA B UMTO30/1b Ca* U3 BHYTPUKAETOUHbIX
[AEeno nog NoBepXHOCTbIO MAa3MaTUYecko membpaHbl. ITa BOIHA PacnpoCTPaHAeTCs OT MecTa NPOHWUKHOBE-
HWA cnepmaTo3omnaa no Bcew AMLEKNETKe, KaK NOKa3aHo Ha puUCyHKax cs1eea. (PoTtorpadum BocnpomnsseseHsl
n3 J.C. Gilkey, L.F. Jaffe, E. B. Ridgway and G.T. Reynolds, J. Cell Biol. 76: 448—466, 1978. C ntobe3Horo paspe-
weHua The Rockefeller University Press.)

BJISIONTIE Ha PYHKITMOHUPOBaHUe KieTk. OMH U3 TIOAXO0/I0B — 3TO MUKPOUHDBEKITHS
MOJIEKYJI B KJIETKY 1IPU ITOMOIIMU CTEKJISTHHONW MUKPOIUIIETKHU.

[Tocie MUKPOMHBEKITMN B KJIETKY aHTHUTEJIa MOTYT GJIOKMPOBATH (PYHKITHIO MOJIEKY-
JIbI, ¢ KOTOPOIl oM B3auMozielictBytoT. Hanpumep, antu-muosus II anturena npu Beee-
HUU B OILIOZIOTBOPEHHYIO SIHIIEKICTKY MOPCKOTO e3Ka He II03BOJISIIOT el Ie/nThCsT Ha/[Boe,
HECMOTpS Ha TO YTO JeJIeHne $/[pa TPOTeKaeT HOPMAJIbHO. IJTO HAGJIO/IeHIEe TOBOPUT
0 TOM, yTO MMO3UH II urpaer K/roueByIo poJib B IPOLECCaX COKPAIECHNUS, Pa3/eIIoNnX
IIUTOILJIA3MY BO BpeMs JIeJIeHUsI KJIETKH, HO He TpeOyeTcs /IS JleIeHus s/ipa.

MUKpOUHBEKITHS, XOTS 1 IIMTIPOKO UCTIOJIb3YeTcs, TpeOyeT BBeIeHNS MUKPOTIUTIETKI
B KQX/YyI0 KJETKY 110 orjesabHocTH. CjefoBaresbHO, OJHOBPEMEHHO YAeTcsl U3ydyaTb
BCEro HeCKOJIbKO COTeH KJIeTOK. JIpyTue moaxo/1bl 03BOJISIOT OJHOBPEMEHHO JIeJ1aTh IIPO-
HUIIAeMBIMI MeMOPAHDI GOJIBIITHNX MOMYJIAINI KIeToK. Hanpumep, yacTnaHoe HapyIieHne
NJIa3MaTHYecKoil MeMOPaHbI KJIETOK JlesiaeT ee 6osiee MPOHUIIAEMOI; It 3TOT0 OOBIYHO
HCIIOJIb3YIOT MOIIHbIN y/1ap 3JIEKTPUUYECKOIO TOKA MJIM XUMUUYEeCKUe COeIMHEeHNs, HallpuMep
cabble PacTBOPBI JeTepreHToB. /[0CTOMHCTBO 2JIEKTPUYECKOro TT0/IX0/[a COCTOUT B TOM,
YTO OH MO3BOJISIET CO3/IABATD B IIA3MATHUYECKOIT MeMGpate GOJIbITNe MOPbI, He OBPEK/1ast
NP 3TOM BHYTPHUKJIETOYHbIe MeMOpaHbl. B 3aBUCHMOCTH OT THIIA KJIETKH U CUJIbI TOKA
IIOPbI MO3BOJISAIOT MIPOHKUKATh B KJIeTKy (M OKHUAATh ee) Jaxe MakpoMoJieKyJiam. Takoi
IIPOLIECC IEKMPONOPALUU TaKKe LieHeH /I MOJIEKYJ/IIPHOI FeHeTHKU B KauecTBe MeTo/1a
BBesienus MoJiekys /JIHK B kierku. [Ipu orpanndeHHOM UCTIOJIHb30BaHUN GOJIBITITHCTBO
KJIETOK BOCCTaHABJIMBAET CBOIO MJIa3MaTHYECKYyI0 MEMOPaHy W BbIKUBAET.

TperbuM MeTos0oM BBe/leHUS KPYIHBIX MOJIEKYJ B KJETKU SIBJSETCS CJUSHUe
3aMKHYTBIX MeMOPAHHBIX BE3WKYJI, COAEPIKAIIUX 3TH MOJIEKYJbI, C IJIa3MaTHYeCKOH
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Puc. 9.33. Busyanmsauma KOHLEHTPaL MM BHYTpUKAeTouHoro Ca2*
npu nomowm ¢payopecLeHTHOro UHAMKaTopa. PasseTBneHHoe
[EepeBo AEHAPUTOB KNeTkM MypKUHbe B MO3XKeuKe nonyyaet 6o-
nee 100 TbICAY CMHAMCOB OT APYrUX HEUPOHOB. CUrHAN OT KNETKU
nepegaeTca BAO/b eANHCTBEHHOMO aKCOHa, BbIXOAALLEro 13 Tena
KNIETKU BHU3Y PUCYHKA. ITO M306paKeHne BHYTPUKNETOYHOW KOH-
ueHTpaumm CaZ* B oTaeNbHOM KneTke NMypKuHbe (M3 Mo3ra MOPCKOM
CBWHKM) NOJYYEHO NPU NOMOLLY BbICOKOYYBCTBUTE/IbHOM Kamepbl
n Ca®*-cenekTnsHoro bayopecueHTHoro nHamkatopa fura-2. Kox-
ueHTpauma ceoboaHoro CaZ* nokasaHa pasHbIMU LBETaMM: KPACHbIL
COOTBETCTBYET MaKCUMA/IbHOM KOHLEHTPALMK, CUHUU — MUHUMaNb-
HoW. Hanbonblumii yposeHb Ca?* o6HapysKeH B Tbicayax BeTBeil
Aenaputos. (C nobesHoro paspewenus D.W.Tank, J. A.Connor,
M. Sugimori u R.R. Llinas.)

MeM6panoii. TakuM 06pa3oM, UX «Tpy3» TOMAJAeT B 100 mkm
KJIETKU. ITOT METO/] IITMPOKO UCIIOAb3YIOT AJIs JOCTaB-

KU HYKJIEHHOBBIX KHUCJOT B KJETKU MJeKonuratomux, HanpuMep, [HK nas ndydenus
tpatcdekimu wmn PHK st skcniepumentos ¢ PHKu (ormcantbix B riase 8). B 06-
JIACTU MEWITMHDBI JAHHBIM TOIX0/l TIPUMEHSIOT JIJIsI HAIPABJIEHHON [TOCTaBKU HOBBIX
JIEKAPCTBEHHDBIX COEIMHEHMI.

Haxonern, /IHK 1 PHK Mmoskiio HaHecT Ha MeJbyaiiliye 30JI0Thle YaCTUIIbI U BbI-
CTPEJINTh MU B KJIETKY € GOJILINONH CKOPOCTBbIO. 7KUBbIE KJIETKH, TOTJIOTUBIIME 3TH
HOKPBITbIE HYKJIEHHOBBIME KHUCJIOTAMU 30J10ThIe YacTuilbl (MX [uaMerp 06bIYHO MEHbIIe
1 MKM), criocoGHbI adekTrBHO BeTpauBarh BBeaeHHyto PHK (ucnosbayemyto st us-
yueHust BpeMerHoii sxcnpeccun wii PHKu, Hanpumep) wim JIHK (st crabuibHoi
TpaHcdekin). Bee yerbipe MeTozia, TIpeicTaBIeHHble Ha puc. 9.34, IMPOKO UCTIOJIb3YIOT
B KJIETOYHOI OGHOJIOTHN.

9.1.13. CBeT MOXHO NCNOJZIb30BaTb He TONIbKO ANA BU3yanusauumv
MMNKPOCKONNYECKNX 06BHEKTOB, HO 1 ANA MaHUNYAALMA UMW

Moronb! 061a/1a10T HEGOJIBITUM UMITYJIbCOM. JTO 03HAYAET, YTO OOBEKT, KOTOPbIi
TOTJTOTIAET TJTH OTPAKAET JIyY CBETA, UCTIBITHIBAET JefiCTRIE HEOOMBITON CHITbl. B cyuae
OOBIYHBIX MCTOYHMKOB CBETA TAKOE JIABJEHWE M3JIYIEHHs CIUTIKOM MaJo, YTOOBI €ro
CTOMJIO y4uTBIBaTh. HO OHO Ba)KHO B KOCMUYECKOM Maciitabe (IpensaTcTBys rpaBuTa-
[IMOHHOMY KOJIJTAIICY 3B€3/) M, B HEKOTOPOH CTeleHn, B GHOJIOrMYecKol 1abopaTopun,
T/le THTEHCUBHBII JIYY Jla3epa CIOCOOEH JaBaTh TOCTATOUHYTO CUITY JIJIST TIePEIBIDKEHIST
MaJIEeHbKUX OGBEKTOB BHYTPU KJIETKN. Ecim Jyd jlazepa HampaBjieH Ha 00BEKT, Yeil mo-
Ka3aTesb MPETOMJIEHNS BRI YeM Y OKPYJKEHUs, JIyd OTPASKAETCS U OYeHb GOJIBIIOE
qrcio (HOTOHOB MeHSIET CBOe HaTpaBjieHne. X0/ OTpaskeHnsT (POTOHOB 3aCTaBJSAET O0D-
eKT ocTaBaThCst B (POKyCe JIyda; ecim OH HAYMHAET CMETAThCS OT CBOETO TOJIOKEHHS,
JTABJIEHNE M3TyYeHUsT BO3BPAIIAET er0 00PATHO, CUJIbHEE JIEHCTBYSI Ha OJIHY €T0 CTOPOHY.
Takum o6pasoM, yrpasiisisi c(pOKyCHPOBAHHBIM JIy4OM Jiazdepa, 0ObIYHO HH(PPAKPACHOTO,
MOTOMY YTO OH MEHbBIIIe BCETO TOTJIONAETCS KOMIOHEHTAMI KJIETKH, MOXKHO CO3/1aTh
«ONTHYECKHIT MUHIIET> [T TIEPE/IBIDKEHNST CYOKIETOUHBIX OOBEKTOB, HATPUMED OPTaHesLT
1 XPOMOCOM. J[aHHBII METO/T, KOTOPBIH MHOT/IA HA3BIBAIOT JIA3EPHBIM MHHIETOM, TTPUMe-
HSTIOT [I7IsT I3MEPEHNST CIJT, HAJTATaeMBIX OT/IETbHBIMU aKTHH-MIO3WHOBBIMI MOJIEKY TAMI,
oTaenbHbIMH MuKpoTpyGoukamu 1 PHK-nonmmepasoii (puc. 9.35).
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Puc. 9.35. OnTuyecKkuii nuHUeT. CHOKYCHPOBAHHDIW Ny4y Sla3epa MOXKHO MCMONb30BaTh A8 3aXBaTa MUKPO-
CKOMMYECKMX YaCTULL U LiefIeHanpaB/IeHHOTo UX NepeasuKeHus. B LaHHOM 3KCNepuMeHTe Takoi ONTUYecKuii
MUHLET UCMONb3YETCA 4/15 3aXBaTa MasIeHbKOM KpemMHUeBoM rpaHybl (0,2 HM, CmpesiKa), NOKPLITO HECKObKU-
MM MONIEKyNamMM KuHe3uHa (0 ¢), n nepeHoca ee Ha M30IMPOBAHHbIN MepLaTe/IbHbI AaKCOHEMHbI KOMMJIEKC,
COCTOALLMIA M3 MUKpPOTPYBOoUeK (30 ). BuarMmoe Ha pUcyHKe ApPKoe CBEYEHWE — 3TO OTPasKeHWe nasepa oT Nno-
BEPXHOCTU Pa3genia MexKay BOAOM M MOKPOBHbIM CTEKNOM. KMHE3MH Ha BbICBOBOXKAEHHOM rpaHyse (1 MuH)
conpsraet rugponus ATP ¢ ABWXKeHMEM BAOAb MUKPOTPYBOUYEK, U CHabKaeT aHepruei TpaHCnopT rpaHy bl
B/10/1b aKCOHEMHOTO Komnsiekca (3 muH). (M3 S. M. Block et al., Nature 348: 348-352, 1990. C ntobe3Horo pas-
pewenuns Macmillan Publishers Ltd.)

VuTeHCHBHbBIE HATIPABIEHHBIE Ja3epHbIE JIYUH, KOTOPBIE XOPOIIO TMOTJIOIATOTCST
OUOJIOTHUECKUMI OOBEKTAMH, MOKHO UCTIOJIB30BATh [/ MEHEe U3SITIHBIX MAHUITY TSI
B KAUeCTBE ONMTUYECKUX CKAJbITENEN [T yOUNCTBA OT/IEBHBIX KJIETOK, TIPOKUTAHUS UJTH
BBIPE3AHNsI B HUX JBIPOK WK JJIST OTIETEHUST OJHOTO BHYTPUKJIETOYHOTO KOMITOHEHTA
or apyroro. Takum o6pazoM, onrudeckre TpUOOPbI MOTYT CIAYKUTb GA30BBIMEU MHCTPY-
MEHTaMHU TSI KJIETOYHONH MUKPOXUPYPIUH.

9.1.14. OTaenbHble MOJIEKYJibl MOXXHO BU3yannsnpoBaTb NPy NOMoLLn
dnyopecueHTHON MNKPOCKONUIN NMOIHOrO BHYTPEHHEro oTpa)KeHusA

['panyJ/ibl MOXKHO MCIOJIb30BATH [IJIsT CIEKEHUS 32 JBIKEHHEM GEeJIKOB, HO TIpe/-
HOUYTHTEJbHEE UMETh BO3MOXKHOCTD BU3YaATM3UPOBaTh GeJIKK camu 110 ceGe. B mputim-
e, 9TOr0 MOYKHO JIOCTHYH IyTeM Medenusi Gesika (PIyOpecieHTHbIM MapKepoM, Ju6o
XUMUYECKU TIPUCOE/IMHSIS MATEHbKYIO (DJIYOPECIIEHTHYIO MOJIEKYJTY K H30JMPOBAHHOMY
6enky, m6o sKcrpeccupys (hJIyOpPeCeHTHYI0 XUMEPHYI0 KOHCTPYKImIo (M. cTp. 593).
OpHako B OGBIMHBIX MUKPOCKOIIAX HEBO3MOYKHO HAJIEKHO PETHCTPUPOBATH OT/IE/IbHBIE
(baryopectienTHBIE MOJIEKYJTbI. DTO OTPAaHIYEHNE He CBSI3AHO C TPE/IEIOM Pa3peleHts,
OHO BBITEKAET 13 MHTEPMEPEHINN CBETA, UCIYCKAEMOTO HAXOJSNMMUcS He B (oKyce
MoJiekysiamMu. B pesysbrate (hJyopeciieHIns HHTEPECYIONIeNl MOJIEKYJIbl 3aTEMHSIETCS.
Ita mpobreMa PeraeTcst IPU MOMOIIH CITEINATHHOTO ONMTHYECKOTO METO/1a, HOCSIIETo Ha-
3BaHKe MUKPOCKOTIHU (hIyopeciieHI e noJaHoro BHyTperHero orpakenust (Total Internal
Reflectance Fluorescence, TIRF). B Muxpockore Jiyd jiazepa CBETHT Ha MOBEPXHOCTb
HOKPOBHOI'O CTEKJIa TOYHO IO/ KPUTUYECKUM YTJIOM MOJIHOTO oTpaxkenns (puc. 9.36, a).
Biarosiapst moJiHOMY BHYTPEHHEMY OTPA’KEHHIO CBET He MPOHUKAET B 06PA3ell, 1 TT03TOMY
GOJIBIIMHCTBO (DJIYOPECIIEHTHBIX MOJIEKYJT He ocBeriaercst. OHAKO TeKTPOMATHUTHAS
SHEPTHsI PACIIPOCTPAHSIETCS B JOPME 3aTYXAIOIIETO MOJIST Ha 09€Hb KOPOTKOE PACCTOSTHIE
O/T TIOBEPXHOCTH MOKPOBHOTO CTEKJIA U, COOTBETCTBEHHO, B 06pasell. B pe3sysbrare Bo3-
Gy3KIQI0TCST TOJTBKO T€ MOJIEKYJIbI, KOTOPBIE JiexKaT GJIMKe BCETrO K TOKPOBHOMY CTEKJTY.
Korma ati MosieKy bl (hryopeciupyior, UCIyCKaeMblii UMU CBET yKe He KOHKYPHPYeT
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CO CBETOM HIDKeJIeXKAINX MOJIEKYJI, W, CIe0BaTeJbHO, €r0 MOKHO 3apeTUCTPUPOBATD.
Meton TIRF mosBommt mpoBectit HeCKOJIBKO 3(h(HEKTHBIX 9KCIIEPIMEHTOB, HAIPUMeED,
BU3YaAIU3AIIUIO €IMHCTBEHHOTO MOTOPHOTO GEJIKa, IBUKYIIETOCS B/IOJIb MUKPOTPYOOUKH,
i POPMUPOBAHNUS W BETBIEHUS €IMHCTBEHHOTO aKTMHOBOTO humamenTta. Ha manubrit
MOMEHT METO/] OTPAHNYEH TOHKUM CJI0eM BOJIM3HU MOBEPXHOCTH KJIETKY TOJIIIMHON OKOJIO

100—200 um (puc. 9.36, 6 u 6).

9.1.15. OTpaenbHble MONEKYJibl MOXHO 3axBaTbiBaTb U NepeaBuUraTb
npu NOMOLLM aTOMHO-CUNIOBON MUKpPOCKONUN

TIRF mosBossger BU3ya/IM3UPOBATh OTAEJIbHbIE MOJIEKYJIbI, 9TO HCKJJIIOYUTE/IbHO
MacCUBHBIN MeToj HabmoaeHust. UTo6bl 1moydntb HHMOPMAIIO O (DYHKIIUE MOJIEKY-

JIbI, OYeHb TTOJIE3HO UMETh BO3MOKHOCTb MAaHUTIYJINPOBATh MOJIEKYIaMU KaK TaKOBBIMU,
1 atoMHO-cusoBast Mukpockomusi (atomic force microscopy, AFM) nossossier at1o se-

TONbKO MOJIEKyYrbl B PACCESIHHOM More (ryopecumpyoT

BOda :| ~200 H™m
MOKPOBHOE CTEKIO

MMMEepPCUOHHOE
mMacno

KpUTUYECKUIA yron
ANsi NOSIHOTO BHYTPEHHETo
oTpaxeHust

nasepHbli U3nyyeHune

Puc. 9.36. Mukpockonusa TIRF no3sonset perucrpmposaTtb
oTAaenbHble $payopecueHTHbIe MoneKynbl. (a) B mukpo-
6) IW, ckonuu TIRF ncnonb3yeTtca BO3OYKAAOLLMI Na3epHbI ayYy
[O/17 OCBELLIeHNA NOBEPXHOCTU MOKPOBHOTO CTEK/A NOA KpU-
TUYECKUM YIZIOM OTPAXKeHWA CBETa OT NOBEPXHOCTM pasaena
BOAA-CTeKN0. HeKOTopoe KONMYECTBO 31EKTPOMArHUTHOM

S)KVT”':;'SIZ';?H SHEpPrUM NMPOHMKAET Ha KOPOTKOE paccTofHue B Gpopme
3aTyXaloLero nossa U Bo3by:KAAeT MOEKybI, fexallne
/ 86,1131 NoBepxHOCTU. (6) B 4aHHOM C/ly4ae MUKPOCKONUIO
,/ TIRF ncnonb3ytoT Ana BU3yanusaumm oTAeNbHbIX MONEKYN
MWO3unHa-GFP (3eseHble moyku), cBA3aHHbIX ¢ Hedbayopec-

Mno3uH-GFP ( ) bnyop

LMPYIOWMMM aKTUHOBBIMKU dunameHTamu (B), KoTopble

HEBUAMMbI, HO NPUKpPEnIeHbl K NOBEPXHOCTU MOKPOBHOIO

crekna. (C ntobesHoro paspelseHuna Dmitry Cherny u Clive
8) R. Bagshaw.)
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Jatb. B aTOMHO-CUJI0OBOM MHUKPOCKOIIE PACIOJIOKEH O4eHb MaJleHbKUIl 1 OCTPbIN 30H/I,
CIeJIAHHDBIN 13 KPEMHNS WM HUTPHUIA KPEMHIS METOIaMi HAaHOTEXHOJIOTHH, CXOTHBIMU
¢ MeTo/laMU MPOU3BOCTBA NOJAynpoBoAHUKOB. 3oHa AFM mpukperien K ruGroMy
KaHTWJIEBEPY, COEAMHEHHOMY C BBICOKOTOYHOW CHUCTEMOW YIPaBJEHUS TTOJOKEHUEM,
MTO3BOJIATONIEH TTepeIBUTATDh eTo Ha OYeHb MaJeHbKIe PAcCTOSHNSA. B momoHeHne K BO3-
MOKHOCTU TOYHOTO u3MeHenusi noJioxkenuss AFM crioco6Ha uaMepstb MeXaHUYeCKyIo
CHJTy, HAJIaraeMyto Ha 30H/1 IIPU €ro BUKEHNH BI0JIb noBepxuoctu (puc. 9.37, a). AFM
paspaboraHa /i BU3yaJU3alil U U3MEPEHUs MOJIEKYJISIPHBIX CBOUCTB IMOBEPXHOCTH.
B sTOoM peskuMe 30H/] CKAHUPYET MOBEPXHOCTD, [IBUTASICh BBEPX M BHU3 TaK, YTOObI CUJIA
€ro B3anMO/IEICTBIS ¢ 06PasioM OcTaBajach HocTosiHHoi. Takum oOpasom, AFM mo-
3BOJISIET OOHAPYKUTH JI0ObIe 0OBEKTDI, HAIPUMED, OEJIKU, PACIIONIOKEHHbIE HA TLJIOCKON
nosepxHoctu (cm. puc. 10.14 u 10.32). Ognako AFM He orpaHnuMBaeTcs IPOCTOil BU-
3yasmsanyeil TOBePXHOCTHU U TaKsKe MOXKET CYKUTD 7T 3aXBaTa 1 MePeHoCca OTAeTbHBIX
MoJieKyJsl. DaKTUYeCKU, 3TO OMMCAHHDBINA Bbllle ONTUYECKUN MUHIET B MOJIEKYJIIPHOM
macirrabe. [Ipu nomoru JaHHOTO MeTO/a MOKHO U3MEPUTh MEXaHUUYECKHE CBOMCTBA
oT/ie/IbHbIX GeKOBbIX MoJiekys. Hampumep, AFM ucnosb3yior st pa3BopauynBaHust
M30IMPOBAHHBIX GETKOBBIX MOJIEKY.1 1 M3Mepenns aHepretuku dosaunra (puc. 9.37, 6).
[Torentuas MexaHU4ecKOro 30HAUPOBAHMS OEJKOB U WX OPraHU3allMi B 3ajaHHbIe
CTPYKTYPBI cefiuac TOJbKO HAUMHAET PACKPBIBATHCS, HO KAXKETCS MATOBEPOSITHBIM, UTO
JIAHHBII MeTo/l B OYAyIieM npuobpeTeT GOJIbIIoe 3HAUCHUE.

9.1.16. MoneKkynbl MOXXHO METUTb paanonsoronamm

Kax MbI Buiesn, B KJIeTOYHON GHOJIOTHH 9acTO ObIBaeT BayKHO OMPEAETUTDH KOJIImIe-
CTBA OTIpe/IeIEHHBIX MOJIEKYJI, 3HATD, T/Ie OHM PACIIOJIarafoTcs B KJIETKE M KaK UX YPOBEHb
W JIOKAJTN3aInsg MEHSIOTCS B OTBET Ha BHEKJICTOYHbIE CUTHAIBI. Cpet TaKuX MOJIEKYJT
MOTYT GbITh KaK MaJleHbKIe Heopranndeckue nonbl, Hanpumep Ca?" u H, tak u KpyiHbie
MaKpOMOJIEKYJTbI, HarpuMep otpesiesernble 6enkn, PHK nm nocaenoBaressroctn /IHK.
Mpbr o6cyinam, Kak JIIS aHATM3a TAKUX MOJIEKYJT MOKHO MTPUMEHSITD 1yBCTBHUTEbHbIE
(ryopeciieHTHBIE METO/IbI, a TaKKe CJACUTD 3a UX ANHAMUYECKNM TIOBe/IeHeM BHYTPH
KJIETKU. B 3axsodenHne JaHHOTO pasjiesia Mbl ONUINEM, KaK /TS CJAEKEHHS 32 orpe/ie-
JICHHBIMU MOJIEKYJIAaMWA BHYTPHU KJIETKN NCTIOMb3YIOT PaIMON30TOIIBI.

BoJbIIMHCTBO BCTPEYAIONTUXCS B IPUPO/IE TIPOCTBIX BEIECTB MPEICTABISET COOOIT
CMeCh CJIeTKa PA3INJaomuxcd H30TonoB. OHM OTINYAIOTC IPYT OT APyTa Maccoil pa
aToMa, HO TIOCKOJIbKY OHM 00J1a/Iaf0T OJMHAKOBBIM KOJTMYECTBOM IPOTOHOB 1 3JIEKTPOHOB,
OJIMHAKOBBI W MX XMMHYECKHe CBOHCTBA. B pafMoakTHBHBIX M30TOMAX, WA PaIMON30-
TOTIAX, PO HECTAOUILHO W MIPETEPIIEBAET CAYIANHBIN pacha/ ¢ 00pa30BaHUEM JPYTOTo
ganpa. B mporecce pacrazia uciyckaoTest MO0 BbICOKOIHEPreTHIecKrne cyGaTOMHbIe
YaCTHIIbI, HATIPUMEP 3JIEKTPOHBI, JTNO0 M3TydeHne, K IpuMepy TaMMa-ydn. Vcnomb3ys
XUMWYECKHH CHHTE3 /IS BKJIIOYEHNUS OTHOTO WM HECKOJBKIAX PA/INOAKTUBHBIX N30TOTIOB
B MAJIyI0 MOJIEKYJIy, HAPUMEP CaXap WM aMHUHOKHCJIOTY, MOKHO TIPOCTEUTD Cy b0y
91Ol MoJieKyJibl (1 ee OT/IeJIbHBIX aTOMOB) B TedeHue Jiio00ii GHONOrHYeCKON peakinu.

HecMotrpst Ha TO 4TO B TIPUPO/IE PAANOU30TOIBI BCTPEUAroTCst peako (1M3-3a nx He-
CTaGUJIbHOCTH ), UX MOKHO TIOJTy4aTh B GOJIBIINX KOJMYECTBAX B AJEPHBIX PEAKTOPAX,
B KOTOPBIX CTaGUJIbHbBIE aTOMbI 6OMOAPINPYIOTCS BBICOKOIHEPTETHYECKUMI YaCTHITAMH.
B pesysbrarte 10CTYIHDI PaIHOM30TOIBI MHOTHX BYKHBIX C OMOJOTTYECKON TOUKW 3PEHIS
asiemenToB (Taduma 9.1). VciyckaeMoe MU U3JIydeHne MOKHO U3MEPSITh Pa3/INYHbIME
criocoGamu. DJIeKTPoHbI (B-4acTuiibl) MOKHO PErMCTPUPOBaTh B cueTunke leiirepa Giaaro-
JIaps CO3/IaBAEMOI NMU NOHU3AITNH I'a3a, WK B CIIMHTIJLIAIIMOHHOM CYeTYKe, HAGI0/1ast
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MaJIECHbKHE BCIIBIIIKN CBETa, KOTOPbIE OHU Ta6nuua 9.1. HekoTopble LWMPOKO NpUMeHse-

WHYIUPYIOT B CIIMHTHLISIIMOHHON JKH/TKO- Mmble B 6uonorum paguonsoronbi
CTU. DTH METO/IBI TIO3BOJIAIOT TOYHO H3MepsTh  [isoroni Iiiepuoanonypacnanaiy
coJiepyKaHne OIPEeeJIEHHOIO PaINON30TOTIa 32p 14 pHeii
B GuostormueckoM o6pasue. Ilpu momoru 137 8,1 fHen
CBETOBOW WJIN 9JEKTPOHHOU MUKPOCKOIIIHI fjs 87 pHein
TaK;Ke MOJKHO OIIPE/IENTh MECTONOJIOKEHIE C 5570 net

Ca 164 gHA

pazmonsoToIa B o6pasiie paguoasrorpaduei,
KaK MbI OIIUIIEM HIKe. Bee 5T MeToIbl 1eTeK-
LUK OYEHb YyBCTBUTE/IbHBL: B GIarONPHATHBIX
YCIOBHSX MOKHO 3aPErHCTPUPOBATD MOUTH KasKIbIN PacIiajl 1, CIeJ0BaTeIbHO, KaK Iblii
pacmaIatoniuiicss paItOAKTUBHBIN aTOM.

V130TOMBI PACIO/IOKEHDI B IOPSAKE YMEHBIIEHHST SHEPTHH NCITYCKAEMOTO B-13/TyYeHNs
(snextponos). 3! takske uciyckaer y-paauanuio. Ilepros nomypaciaga — 5To BpeMs,
HeoGxoauMoe i paciaza 50 % aToOMOB H30TOIIA.

3H 12,3 net

9.1.17. Pagnomnsotonbl NCNONb3YIOTCA ANA CJ/IEKEHVA 3a MoJiIeKynamu
BHYTPU K/1eTOK N OpraHn3mos

OJHUM U3 TIEPBBIX CJAYYaeB NPUMEHEHHs PaJUOM30TONOB B OHOJOTUH ObLIO OT-
cIeKUBaHNe XUMUYECKIX TIPeBpallleHnil yriaeposia B npoiiecce (porocunresa. OHOKTE-
TOUHbBIE 3€JIeHble BOJIOPOCJHN BBIPANUBAIM B atMocdepe, cofiepKallell pajnoakTHBHO
meuenpiit CO, (1YCO,). B pasHble MOMEHTbI BpeMEHIH [OCJIe OCBEIIEHNSI X PACTBOPHMOE
COZIEPIKUMOE paz/iesisiiin GyMaskHOU XpoMaTtorpadueii. Majbie MOJIEKYJIbI, COIEPIKaIne
nosydennsie u3 CO, atompr '“C, perncrpuposasu mpu momMomn jmcra ¢ororpadurde-
CKOI1 TIJTEHKW, KOTOPBIN KJIaIN TIOBEPX BBICOXINEH OGyMaskHOH XpomarorpaMMbl. Taxoft
MO/IXOJT TIO3BOJIAJT MIEHTH(UITMPOBATH OOIBITUHCTBO KJIOYEBLIX KOMIIOHEHTOB TIPOIECCa
orocuntesa or CO, 10 caxapa.

PaoakTHBHbIE MOJIEKYJTBI MOKHO MCITOJIb30BATD JIJIsT HAOMTIO/IEHNUS 32 XO/IOM TIPaK-
THYECKH JTIOOOTO TIpoIiecca B KJIETKaX. B TUIIMYHOM SKCIIepUMeHTe KJIETKH CHAOXKaloT
PAJIMOAKTHBHOI MOJIEKYJIOH-TTPE/IIIECTBEHHUKOM. Pa/IM0aKTHBHBIE MOJIEKYJIBI CMEITUBAIOT
€ UCXOJIHO TIPHUCYTCTBOBABIIMME B KJIETKE HEMEUEHBIMU COE/IMHEHUSIMI; U T€, U J[PyTHe
BOCTIPUHUMAIOTCS KJIETKOI OIMHAKOBO, TIOCKOJIbKY OHH PA3JIMYAIOTCs TOJbKO MACCOI si/ipa
aroMa. VI3MeHeHMs JIOKAIM3AIMK WA XUMIYeCKONH (POPMbI PAJIMOAKTHBHBIX MOJEKYJI
MOJKHO OTCJIESKUBATD BO BpeMeHH. PaspeliieHie Takix 9KCIEPUMEHTOB YACTO YJIYUIIAeTCst
IIPU UCTIOJIb30BAHUS TIPOTOKOJIA MeueHus ¢ BoitecHenneM MeTku (pulse-chase), B Kotopom
pazroakTiBHOe BelecTBo (craus pulse) 106ABISIOT TOMBKO HA KOPOTKUIT IIPOMEKYTOK
BPEMEHH, 3aTeM €r0 OTMBIBAIOT U 3aMEHSIOT Ha HePaJMOaKTUBHbIE MOJEKYJIbl (CTaiust
chase). Uepes paBHble IPOMEKYTKU BPEMEHH COOUPAIOT 06PA3IIbl, B KAXKIOM 13 KOTOPHIX
OTIPEIEJISTIOT XUMUYECKYT0 (DOPMY WITH JIOKAIU3AINIO pajnoakTuBHoil MeTku (puc. 9.38).
IKCIIEPUMEHTDI C BBITECHEHUEM METKU B COUETAHWHU C PAMOABTOTpadUeil ChIrpan BasK-
HYIO POJib, HAITPUMEP, B OTIPe/IeJIEHIH TOTO, KaK CEeKPeTOpHbIe GeJIKU NomaaaoT u3 P
BO BHEKJIETOUHOE TIPOCTPAHCTBO.

PangronsotortHoe MeveHre SBJSeTCS YHUKAIbHBIM CITOCOOOM OTJIMYUTD XUMIYECKH
UJIEHTIHYHbIE, HO 06JIa/IA0NIe PA3HOU UCTOPUeN MOJIEKYJIbI, HAIPUMED MOJIEKYJIbI, CHH-
Te3upylonecs B pa3noe BpeMst. [Ipu moMorm aToro MeTosia MoKa3aHo, 4To TOYTH BCe
MOJIEKYJIbI B SKUBOI KJIETKE HETPEPBIBHO JIETPAIUPYIOT U 3aMEHSTIOTCST HOBBIMHE, JIaKe
€cJIM KJIETKA HEe PACcTeT W, Ha MEepPBbIi B3IV, HAXOUTCS B CTAIIMOHAPHOM COCTOSTHHU.
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Takoii «KpyroBopoT», KOTOPbIIl MHOT/IA TIPOUCXO/UT OYE€HDb ME/JIEHHO, ObLIO Obl TPAK-
THYECKH HEBO3MOKHO OOHAPYIKUTH 6€3 PajinOu30TOIOB.

CerofiHs MOYTH BCe PACIPOCTPAHEHHbIE Masble MOJEKYJIbI JOCTYIHBI B PaINOAK-
TUBHOI (DOPME 13 KOMMEPUYECKUX UCTOYHUKOB, U TPAKTUYECKH JIOOYI0 GHOJIOTHYECKYIO
MOJIEKYJTY, KaKOW ObI CJIO3KHON OHA HU ObLIa, MOYKHO PAMOAKTUBHO MOMETHTH. MOXKHO
CUHTE3NUPOBATH COEIMHEHNST C PAAMOAKTUBHBIMU aTOMaMI B OTIPEIETIEHHBIX TOJIOKEHHSIX,
4TO TI03BOJISIET HE3ABUCUMO HPOCJIEIKUBATD CYbObl PA3JIMYHBIX YaCTell O/[HOI U TOii JKe
MOJIEKYJIBI B TIporecce Guostorndecknx peakuuii (puc. 9.39).

Kak orMeueHo BblIIIe, 0/THO U3 BAKHBIX IPUMEHEHNH PaINOAKTUBHOCTH B KJIETOYHON
O6UOJIOTHH — JIOKAJIM3AIMS PAJANOAKTUBHOIO COEANHEHNS B CPe3aX KJIETOK WM TKaHei
Ipu ToMoIn pagnoaBtorpadun. B maHHOM MeTofe JKWBBIE KIETKU HAa KOPOTKHI TIPO-
MEKYTOK BPEMEHW TIOBEPTaioT AEHCTBUIO OMPEIEIEHHOTO PAAMOAKTUBHOTO COETNHEHUS
U UHKYOUPYIOT HEKOTOPOE BPEMsI, J1aBasi METKe IIPOHUKHYTh B KJIETKU. 3areM uX (DUK-
CUPYIOT U IIO/IFOTABJIUBAIOT /I CBETOBON MJIU 3JIEKTPOHHONU MUKpOCKonuu. Ha Kaskabiit
[penapar HaKJIa/bIBAIOT TOHKYIO IJIEHKY (PoTOrpaduuecKoil aMyJibCu U OCTABJISIIOT 00~
Pa3Ibl Ha HECKOIBKO JTHEH B TEMHOTE. JTO TTO3BOJIIET PAJUOU30TOMY PACTIACThC. 3aTeM
AMYJIBCHIO TIPOSIBJIIOT U TTOJIOKEHNE PAINOAKTUBHOCTH B KAK/IOW KJIETKE OIIPE/IENISIIOT TI0
HOJIOKEHIIO TIPOSIBIEHHBIX cepeOpsaHbIx seped (M. puc. 5.29). Hanpumep, ecim KIeTKn
o6paboraTb SH-TuMumHOM, PaZMOAKTIBHBIM TipemmectBeHHnKoM [IHK, MoKHO ToKas3arh,
uro JIHK cunresupyercsa n xpanurcs B aape (puc. 9.40). U1 naoGopor, ecim o6paGoratb
KJIETKI 3H—yp1/IJ:LHH0M, paanoakTuBHBIM npeaniectBenankoM PHK, okaxercs, uto PHK
CHavaJIa MOSIBJISIETCS B SI/IPE, a 3aTeM ObICTPO MUTPUPYET B IUTOILIA3MY. PaioakTuBHbIE
METKH TaKKe MOXKHO PEerHCTPUPOBATL paamoaBTorpadmell mocae nX OYNCTKA OT APYTUX
MOJIEKY.JT TeJIb-37IeKTPO(MOPE3OM: TAKUM CIIOCOOOM YACTO ONPE/EJISIOT MOJIOKEHUE B TeJie
Kak Genkos (cM. puc. 8.23), Tak n HykaenHoBbIx Kucaor (eM. puc. 8.33, a).

3aknoueHve

ocmynto mHoxecmeo memodos onmuueckol MUKPOCKONUU, HANPAsIeHHbIX HA HA-
6.m00enue kaemox. DuKcuposanivle u OkpaweHble Kiemku MoKHO HA0.1100amb 6 00biu-
HbLU C6EMOBOU MUKPOCKON, M020a KAK CEA3AHHBLE C (hIYOPecueHmHbIMU KPACUMEeNIMU
AHMUMENA MOKHO UCNONLI0BAMD 015 JOKAIUIAUUL ONPEOCSCHHBLY MOJIEKY] 6 KAemKe
npu nomowu ayopecyenmnozo muxpockond. ;Kuevie xiemxu moxno nabaooamo
6 pazoso-xKonmpacmuom, Oupghepenyuarvrom uHmeppepeHyuoHHOM KOHMPACMHOM,

VMMYNbCHAA METKA  CIIEXXEHWE 3A METKOW

D D D

Puc. 9.38. Jlormka TMNUYHOTO 3KCMEPUMEHTA C BbITECHEHUEM METKU C UCNOJIb30BaHUEM PajMOU30TOMNOB.
Kamepsbl, nomeueHHble A, B, C 1 D, MmoryT npescTaBnaTb coboii Mbo pasnnyHble KOMNAapTMEHTbI KNeTKu (pe-
rucTpypyemble pasmoasTorpaduein Uam akcnepumeHTamm no GpakLMOHUPOBAHUIO KNETOK) UK PasudHble
XUMUYECKUe COeAMHEHUA (perucTpmpyemble XxpomaTorpaduein nam Apyrumm XMMUYECKUMmM MeTogamu).
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Puc. 9.39. MoneKynbl, MeyeHHble paguounso- NH,
TOoNnamwu. Tpl/l AO0CTynHble U3 KOMMepPYeCKUX nc-

No .20~
TOYHWKOB pagunoakTMBHble dopmbl ATP. Paguo- 7 C N
AKTUBHbIE aTOMbl MOKa3aHbl KPACHbIM. TaKke 0 0 0 HC\ | I
Ha PUCYHKE 110Ka3aHa HOMEHIIATYPa, NPUHATaA  _ |F|’ o I o I ocn N /C\N/CH
ana 0603HaYeHWs NONOKEHUA U TUMA Paguo- | F|, T |2/O\|
aKTMBHOTO aTOMa. o o o cH HZC
INe—& |
[4CIATP R IH
OH OH
MEMHONOJLHOM U  CEEMAONOTLHOM NH,
Muxpockonax. Bce eudvl ceemogoil (l;
No .28~
MUKPOCKONUU MOZYM UCNOTb306AINCS /1 CZ N
6 couemanuu ¢ memooamu o6pabom- o) o) o HCS (|;4 2(|'|‘_,H
o ~ 3
KU U300paxenuii, Komopvle CAyKam -,_ ﬂ,_o _ ﬂ,_ o— ﬂ,_ o—ch, o NN
05l YCUNeHUs: 4Yy8CcmeumebHOCmu I_ | | |~ \|
u ouucmku usobpaxenus. Komngpo- © © © ?\Hé Hé/(f
KAbHAS. MUKPOCKONUS U 00pauieHHast (2,83 HIATP HT |H
ceepmKa NO3GOISIOM NOJYUAMD MOH- ’ OH  OH
Kue onmuueckue cpesvl U 60CC030aA6amb THZ
mpexmepHoie U300PAKEHUS. " c
Cetiuac cyuecmsyiom memooot 7 ~c? DN
OOHAPYKEHUsL, USMEPEHUSL U CIeKEHUSL " ﬁ " HCL cl gH
3a npakmuyecku a060U HYKHOU MO~ ~0—p—0 —P—0—P—0—CH, o T TSN
NeKYA0U 6 Ku6ou Kaemxe. Dayopec- ' ‘g_ “é_ é{ } &
ueHmmvle UHOUKAMOPHBLE KPACUMENU N
NO0360I10M USMEPATNG KOHUCHINPAUUU [-**PIATP HT1 |H
OH OH

onpeoesentvlx UOH08 6 OMOeNbHbLY
KJIeMKAX UIU 6 PA3HLIX YACMSX KJle-
mox. Dayopecyenmmuvle Geaxu npedcmasnsiiom co60u 0coOeHHO YOoOHbIe 30HObL,
KOMOpble MOKHO NPUCOCOUHUMb K Opyeum OeKdM Npu NOMOUU 2eHEMUYECKUX Md-
nunyasyuil. Ipakmuuecku 1060t unmepecyowull 610K MOKHO IKCNPECCUPOsams
6 hopme payopecuenmnozo xuMepHozo OeIKa U SUIYATUIUPOBAND €20 6 KIEMmKe
npu nomowgu hayopecuenmnou muxpockonuu. /Junamuueckoe nosedenue u 63aumo-
Oeticmeust MHOZUX COCOUHEHULL, 4ACO HA YPOBHE eOUHCNEEHHOU MOJEKYTbl, MOKHO
HAOII00AMb 8 KUBLIX KIEMKAX, UCNOb3YSL PA3IUdHbIe (hayopecyenmHbie GeaKogvle
memku. Paduoaxmuervle u30monvt maxxe MOKHO NPUMEHSIMG 0151 OUOXUMUYECKO20
U MUKPOCKONUUECK020 HAOI00enUst 3d cYyobOOl ONpedeseHHbIX MOSEKY..

9.2. MSY‘-IEHI/IE KJNeTKN N MmoJieKyJibl B BHEKTpOHHbII‘/'I MUMKpocKon

CBeToBasi MUKPOCKOIHUS OTPaHWYeHa B paspelneHnn. MUKPOCKOIBI, B KOTOPBIX
WCTIOIb3YIOT JPYTHE THUIIBI U3JAy4YeHUs, — B OCOOEHHOCTH 3JIEKTPOHHbBIE MHUKDPOCKO-
ITbI — CIIOCOOHBI PA3PENIaTh TOPA3/I0 MEHBINNE CTPYKTYPBI, YeM CBETOBbIE MIKPOCKOIIBI.
3a 6osibliiee paspeleHrie TPUXOUTCS TIATUTD: MPOLECC TPUTOTOBJIEHUST TIPENapaToB
JUTST 3JIEKTPOHHON MUKPOCKOINH 3HAYMTENLHO CJIOsKHee. Bosiee Toro, TpyaHO cKasaThb,
HACKOJIbKO COOTBETCTBYET TO, YTO MbI BU/IUM HAa M300PAsKEHNHN, PEATbHON UCCIIeyeMOii
crpykrype. OJIHAKO ceifuac cTajo JOCTYITHBIM OYeHb ObICTPOE 3aMOPAsKUBAHUE JIJIST CO-
XPaHEeHUs CTPYKTYP IS 3JIeKTPOHHOI Mukpockoru. [{ndposoit ananmms nzobpakenmii
MOKHO HCIIOJIb30BATh [ BOCCTAHOBJIEHHS TPEXMEPHBIX 00BEKTOB, 00be st nHbop-
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Puc. 9.40. PaguoasTorpadus. [JaHHYIO TKaHb HENPOAOMKNUTENbHOE
Bpems obpabatbisany 3H-TummnamHom. Knetku, peninumposasiuve
csoto JHK, BKAOUMAM METKY B AAPO, YTO NO3BOWJIO BU3yanunsn-
poBaTb X NpY NomoLuy paamnoasTorpadumn. CepebpsHble 3epHa,
BMAMMbIe 34ecb Ha doTorpadmyeckolr amybCMmn Ha NOBEPXHOCTU
cpe3a KaK YepHble MOYKU, yKa3blBAOT Ha K/IETKM, CUHTE3MpYoLLme
HoByto [IHK. /1306pakeHHble 34ecb MeveHble sApa NpUHaaNexKaT
HeMpo3aNUTENUIO BHYTPEHHETO yXa LblnieHKa. (C ntobesHoro pas-
pewenuna Mark Warchol u Jeffrey Corwin.)

[
20 MKm

Mallio O MHOKeCTBE€ OTAE/IbHbIX YaCTHUI] NN I/1306pa>KeHI/IH €/INMHCTBEHHOI'O Oé’beKTa,
IoJIy4eHHbI€e 110/l Pa3HbIMU YTJIaMU. B couerannm st T1I0AX0/1bl YBEJINYNBAIOT Pa3pelICHNE
1 BO3MOKHOCTHU BJIeKTpOHHOfI MUKPOCKOIIMU /IO YPOBHA, Ha KOTOPOM CTAaHOBUTCS BO3-
MOKHDIM TIOJIy4aTb a/leKBaTHbIE 1/1306pa>1<eH1/151 CTPYKTYPbI OT/I€JIbHbIX MAaKPOMOJIEKYJI
nu 06pa3y€MbIX MMM KOMILJIEKCOB.

9.2.1. DNEeKTPOHHbIN MUKPOCKON pa3peLlaeT TOHKYIO CTPYKTYPY KNeTKu

3aBUCUMOCTD Tpe/ieia paspelleHns OT AMMHbI BOJIHbI ocBemieHus (cM. puc. 9.6)
CIIpaBe/IIBa /st JII0O0Tr0 BU/a u3irydeHus, 6y/ib TO JIyd CBeTa WJIN MYYOK 3JIeKTPOHOB.
O/HaKo B cJIyYae AJIEKTPOHOB TMPe/Iesl Pa3pelleHsi MOXKHO C/Ie/IaTh OUYeHb MaJIEHbKIM.
JliMHA BOJIHBI 2JIEKTPOHA YMEHDBINIAETCSI C YBEJIUYEHNEM €ro CKOPOCTH. B 3J1eKTpOHHOM
MHKpocKore ¢ yckopsronmM HanpstkerneMm 100000 B qmiHa BoTHBI a71eKTpOHA COCTaB-
gster 0,004 uM. B Teopun pasperiienne Takoro MUKPOCKOIA JA0JKHO 6bITh 0KoJio (0,002
HM, uTo B 100 TBICSIY pa3 MeHbIIe, YeM Y CBETOBOrO MUKpockoma. OIHAKO, TTOCKOJIbKY
abeppalii MarHUTHBIX JIMH3 KOPPEKTUPOBATh 3HAUNTEIHHO CIIOJKHEE, YeM HEPOBHOCTH
CTEKJISTHHBIX JINH3, HA ITPAKTUKE Pa3pemiaioniasi ClioCOOGHOCTb GOJIBIIMHCTBA COBPEMEHHBIX
HJIEKTPOHHBIX MUKPOCKOTIOB cocTtasJister, B aydiem caydae 0,1 um (1 A) (puc. 9.41).
ITO MPOUCXOJNUT MOTOMY, UTO MCIOIb3yeTCsI TOJbKO CaMbIil IIEHTP MArHUTHOW JIMH3DI,
u B pedyJibTare a(pdeKTuBHAS YUCIOBas allepTypa oueHb Masa. Bosee Toro, cioKHOCTH

Puc. 9.41. NpepenbHoe paspelleHne 31eKTPOHHOro MUKpPocKona. Ha gaHHol mukpodoTorpadum, nony-
YeHHOM NPV MOMOLLM TPAHCMUCCUOHHOTO 31EKTPOHHOTO MUKPOCKONA, NMOKa3aH TOHKUIA cnol 3o10Ta. fApkue
NATHA — 3TO OTAE/NbHblE LLeNOYKM aTOMOB B KpUCTaae. PaccToaHne mexay CoceHUMM LienoyYKammn aTomoBs
coctaenaet npumepHo 0,2 Hm (2 A). (C ntobesHoro paspelwenna Graham Hills.)
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HanpAMyto

Puc. 9.42. NpuHuunuanbHoe CTpoeHue CBETOBOrO
MMUKPOCKONA U TPAHCMUCCUOHHOFO 3/1IEKTPOHHOIO
MUKpOCKona. Ha JaHHOM pUCYHKe OTMEYEHO CXOACTBO
BHYTPEHHEero yCTponcTBa MUKPOCKONOB. CTEKNAHHbIM
JINH3aM CBETOBOIO MMKPOCKOMA B 3/1EKTPOHHOM MUKPO-
CKOMe COOTBETCTBYHOT MarHUTHbIE KaTYLLKW. B 3n1eKTpoH-
HOM MMKpOCKone Heobxoanmo, 4Tobbl obpasel, Ha-
xoanncs B Bakyyme. Ha poTorpadum nokasaH pabounit
TPAHCMMCCUOHHBIN MMKpocKon. (PoTorpadus npusese-
Ha c tobe3Horo paspeweHus FEI Company Ltd.)

C IPUTOTOBJIEHUEM TIPENAPATOB, KOHTPACT-
HOCTDIO M PA/IUAIIMOHHBIMU OBPEK/ICHUSIMU
CHU3WIN HOpMabHOe 3((heKTUBHOE pa3pe-
meHne OMOJIOTMYeCKnX OOBEKTOB 70 1 HM
(10 A). Opgnako ar1o Bee pasHo B 200 pas
JIydille, 4eM y CBETOBOTO MUKPOCKOTIa. Takske

unu cpotonneHka

B I1oc/ieiHre roAbl IPOU3BOANUTE/IbHOCTD 3JIEKTPOHHBIX MUKPOCKOIIOB 3HAYNUTEJ/IbHO YJIy4-
mieHa 6]1211“0,[[31)9[ Pa3BUTHIO HOBBIX UCTOYHUKOB IIyYKa 3JIEKTPOHOB — aBTOSJIEKTPOHHDIX
9MUCCUOHHDBIX ITyHICK. ITH OYEHb APKHE U KOrepeHTHbIe NCTOYHUKN MOT'YT B 6y,[[yIJ_[eM

VJIYUIIUTD JOCTUTHYTOE HA JAHHDBI MOMEHT

paspelleHue.

B 11e/10M yeTpoicTBo TpaHCMUCCHOHHOTO (ITPOCBEYMBAIOIIETO) JIEKTPOHHOTO MUKPO-
ckoma (TEM) CcXO/IHO ¢ TaKOBBIM CBETOBOTO MUKPOCKOIIA, HO OH 3HAYNTEJbHO OOJIbIIE

U <IepeBepHyT BBepX Horamm» (puc. 9.42).

Hcrounmkom OCBeIeHNA CIYKUT HUTb Ha-

KaJMBAaHUA WJIM KATOJl, MCITYCKAIONIUI 3JEKTPOHbI B BEepXHEH 4acTu HUJIUHAPUYECKON
KOJIOHKH BBICOTOI OKOJIO 2 M. [I0CKONBbKY 37€eKTPOHBI PacCeMBAIOTCA MPU CTOJKHOBEHIN
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C MOJIEKYJIaMU BO3/TyXa, BO3AYX U3 KOJOHKHU JOJLKEH OTKAUMBATBHCA /I CO3AHWS Ba-
KyyMa. 3areM 3JeKTPOHAM HUTH HAKAJIWBAHUS MPHU MOMOIIN PACIONOKEHHOTO PIIOM
aHOMIA TIPUJAETCS yYCKOPEHWe, W OHU, MPOXO[d depe3 OYeHb MaJeHbKOe OTBEPCTHE,
GopMUPYIOT MyUYOK, KOTOPBIN WIeT BHU3 MO KOJTOHKe. MarHuTHbIe KaTyIIKHW, PacHoJIo-
JKEHHBbIEe TI0 BCell JTMHe KOJOHKN (DOKYCHPYIOT 9JEKTPOHHBIN MyYOK TOYHO TaK Ke,
KaK CTEKJITHHbIE JMH3BI (DOKYCHPYIOT CBET B CBETOBOM MUKpOcKome. [Ipemapar dyepe3
BO3IYITHYIO Pa3eTUTENbHYIO KaMepy MOMEIAT B BaKyyM Ha MyTH TyYKa 3JEKTPO-
HoB. Kak u B cCBeTOBOI MUKPOCKOIINH, TIperapar OObIYHO OKPAIeH — B JAHHOM CJIy4ae
5JIEKTPOHHO-TIJIOTHBIM BerectBoM (cM. caemyiomuii paszaen). Hexotopbie npoxoasmme
yepe3 00pasell JEKTPOHBI PACCEMBAIOTCS CTPYKTYPaMU, OKPAIIECHHBIMU 3JEKTPOHHO-
IJIOTHBIM BEIECTBOM; OCTajibHble (POKyCUpYIOTCs st (DOPMUPOBAHUST HU300PAKEHIMSI
AHAJIOTHYHO TIOCTPOEHUIO N300PasKEHUsI B CBETOBOM MUKPOCKOIIe. V300paskeHue MOKHO
HalJTIO/IaTh HA JIIOMUHECIIEHTHOM 9KPaHe WJIN 3aIiCaTh Ha (DOTOIIACTHHKY WJH 11(POBYIO
KaMepy BBICOKOTO paspetieHus. [IocKoMbKy paccessHHbIe 9JIeKTPOHBI YXOMAT U3 TMyUKa,
Ha n300pPasKEHUN IJIOTHbIE YYACTKHU TIPerapaTa COOTBETCTBYIOT O0JIACTSIM CHUYKEHHOIO
TTOTOKA 9JIEKTPOHOB U BBITJISIASAT TEMHBIMU.

9.2.2. buonornyeckune o6pasubl Hy>KHO cneLyuasbHO NOATOTaBNNBaTb
ANA SNEeKTPOHHON MUKpOoCKoNnuun

B niepBble iHM TPUMEHEHUST K GUOTIOTTYECKUM OOBEKTaM 9JIEKTPOHHAST MUKPOCKOITHS
MO3BOJINJIA YBUJIETD MHOKECTBO paHee HeBOOOPA3UMbBIX CTPYKTYp KJaeTku. Ho 0 Toro
KaK 3TH OTKPBITUST MOTJIM OBbITh C/IeJaHbl, MUKPOCKOIIUCTAM IPUIILIOCh Pa3padoTaTh
HOBBIE METO/IbI (PUKCAINN, PA3pe3aHnsd U OKPANTUBAHNS TKaHEH.

[TockosbKy B 9JIEKTPOHHOM MHUKPOCKOITIE TIPETapar MOJBEPraeTcst BO3/eHCTBIIO
rJIyOOKOTO BaKyyMa, SKUBYIO TKaHb OOBIMHO YOUBAIOT W COXPAHSIOT TyTeM (hUKCAIUH
CHaYasIa 21ymapanviezudom, KOTOPblil KOBAJIEHTHO CBSI3BIBAET MOJIEKYJIbI OEITKOB € UX
COCe/IsIMHU, a 3aTeM MEeMmpPaoKkcudoM OCMUsL, KOTOPBIi, CBSI3bIBAsICh C JMINIHBIMU GHC-
noamu, crabumsupyer ux n Genku (puc. 9.43). ITOCKOIbKY 5JEKTPOHBI 00J1a1a10T
OYeHb OrPAHUYEHHON MPOHUKAIONIEN COCOGHOCTBIO, /IO TOTO, KaK CMOTPETh Ha (PUKCHU-
POBaHHBIE TKAHH, X HA/I0 OYEHb TOHKO Hape3aTh (TOJIIIHA CPE30B JO/KHA GbITh OKOJIO
50—100 M, uTo cocrapaser pumepHo 1,200 tommmub Kiaetkn). [Ins aToro o6pasery
00€3BOJKUBAIOT M TIPOMHUTHIBAIOT MOHOMEPHOI CMOJION, KOTOpas MOJUMepH3yercs ¢ 06-
PA30BaHMEM €IMHOTO TUIACTHKOBOTO OJIOKA; 3aTeM OJIOK HAPE3aloT B MUKPOTOME TOHKIM
CTEKJISTHHBIM MM AJIMAa3HbIM HOKOM. Takue monxue cpeszvr (Muxkpocpesot), JTuleHHbIE
BOJIbI U JIPYTUX HUCTIAPSIONINXCS PACTBOPUTEJIEH, 3aTeM TIOMENIAIOT HA MAJIEHbKYIO KPY-
IJIyI0 METaIMYECKYIO CETKY I Habmoaenns B Mukpockone (puc. 9.44).

ITarbl NPUTOTOBIEHNST GIOJOTUYECKOTO MATEPUAIIA JIJIST BU3YATU3AIN B AIEKTPOH-
HOM MHUKPOCKOIIE C CAMOTO HAuasla CO3/[aBaJIH TPYIHO-

H O
N\ 7

C
(|3H Puc. 9.43. [1Ba pacnpocTpaHeHHbIX XMMUYECKUX pUKcaTopa, npume-
[ 2 O\ //O HAEMbIX B 3/IeKTPOHHOI MUKPOCKONUMN. [1Be peaKLIMOHHO-CNOCOOHbIe
CH, Os rpynnbl ryTapanbaerna no3soasatoT eMy CLUMBATL Pa3/IvYHbIE TUMbI
C|:H O/ \O Monekyn, GopMmpya MeXAy HUMU KOBaNeHTHble CBA3M. TeTpaoKcusg,
| 2 ocmuma obpasyeT nonepeyHo CLUNTbIE KOMMIEKCbI CO MHOTVMM Opra-
C HUYECKMMM COeAMHEHNAMM, B NPOLIECCE Yero OH BOCCTaHABIMBAETCA.

O/ \H [aHHanA peakuma ocobeHHo nosesHa Ana GUKCaLLMM KNETOYHbIX MeM-

6paH, NoCKo/bKY ABOWMHbIe cBA3M C=C, NPUCYTCTBYHOLLME BO MHOTUX
rmyTapanbgerns  TETPAoKCUA OCMUS  KUPHbIX KUCN0TaX, B3aMMOAENCTBYIOT C TETPAOKCMAOM OCMUA.
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Puc. 9.44. MepgHan ceTKa, NOAAEPKUBAIOLLAA TOHKUA Me[Has ceTouka, MOKPbITasi yronbHOM
cpe3 obpasua B TEM. 1 (MNK) NNacTUKOBON MITEHKOW

/ obpasel B Buae cepum
TOHKUX CPe30B

ctn s ncceosareseii. OTKya HaM 3HATD,
YTO HAKOHEI-TO BUINMOEe HaM M300paskeHue
(puKcupoBaHHOTO, 00E3BOKEHHOTO W 3aKJIIO-
YEHHOrO B CMOJIy IIperapara XOTb Kak-TO CO-
OTBETCTBYET XPYIIKOW M 3al0JHEHHON BOJOI
OGUOJIOTHYECKOI chcTeMe, KOTOpas MCXOHO
MpUCyTCTBOBasIa B KieTke? Hammyummii co-
BPEMEHHDII TTO/IX0/T K ATOI TPo6ieMe OCHOBaH
Ha OBICTPOM 3aMOPa’KMBaHUM. Eciu BOIHYIO
CHCTEMY JIOCTaTOYHO OBICTPO OXJIAANTD 0 I0CTATOYHO HU3KOH TeMIIepaTypbl, BOJA 1 IPYTHE
KOMIIOHEHTBI CHCTEMbI HE YCIIEBAIOT PEOPraHU30BaThCs MU KPUCTALIN30BAThCS J10 JIb/A.
BMmecro aToro Bojia epeoxiask/aeTcs 0 XKeCTKOro, HO HEKPUCTAINYECKOrO COCTOSTHIS,
Ha3bIBAEMOIO CTEKJIOBU/IHBIM JIBJOM. Takoro COCTOSIHUS MOKHO JIOCTHYb HECKOJbKUMU
croco6amu. Bo-TiepBBIX, TTyTeM HaHeceHWs IpenapaTta Ha OXJIKICHHBIN SKUAKIM TeJTi-
€M TOJIMPOBAHHBIN MeHbIl 6JOK. Bo-BTOpbIX, morpyskas o6pasell B XJIAJ0areHT WJn
OIIPBICKMBASL €ro CTPyeil XJ1a/[0areHTa, B Ka4eCTBe KOTOPOIO MOKET CJIysKUThb, HAIIpUMep,
SKIUJIKUH ITpona. B-TpeTbuX, OXJask/eHre MOKHO IIPOBOJUTD IIPU BBICOKOM JIABJICHUM.
HexkoTtopnbie 3aMoposkeHHBIE 06Pa3Ibl MOKHO NCCJIEIOBATH HATIPSMYIO B 3JIEKTPOH-
HOM MHUKPOCKOIIE, UCIIO/Ib3Y$I CIIeUAIbHbIN OXJIaK/ICHHDIN IepsKaTeIb /IS IpernapaTos.
B npyrux caydasx 3aMOPOKEHHDBIH OJIOK MOSKHO Pa3OUTh /LIS BBISIBIECHUS BHYTPEHHIX
MOBEPXHOCTEN WM OKPYSKAIONTHI JieJ] MOKHO MCHAPUTD I Pa3obaadeHrs BHENTHe
noBepxHocTr. OTHAKO 3a9aCTyIO MBI XOTHM HCCJIEI0BATh TOHKHE CPE3bI M OKPACUTDh NX
JUTS IOCTIDKEHNS a/IeKBaTHON KOHTPACTHOCTH N300PaKeHUs ATeKTPOHHOTO MIKPOCKOTIA
(emorpu Huke). TakuM 06pa3oM, B KauecTBe KOMITPOMECCA TKaHb ObICTPO 3aMOPaKUBAIOT,
3aMEIIAI0T BOLY, MO/JICPKUBAECMYIO B CTEKJIOBH/IHOM COCTOSTHUY, OPIraHNYeCKUMK PACTBO-
PUTEIAMI 1 3aKJII0YAIOT TKAHb B TJTACTMACCY HA OCHOBE CMOJIBI. 3aTeM M3TOTaB/IMBAIOT
Cpesbl ¥ IPOBO/IAT OKpalnBanue. HecMOTps Ha TO UTO € TEXHUUYECKON TOUKU 3PEHUS 9TOT
IpoIlecc BCe elre TPYAOEMOK M HEMPOCT, OH TIO3BOJISIET CTAaOUIM3UPOBATD W COXPAHUTD
TKaHb B BHJIE, OYeHb GIM3KOM K ee MCXOHOMY KuBoMy coctosiHuio (puc. 9.43).
KoHTpacTHOCTD 371€KTPOHHOTO MUKPOCKOMA 3aBUCHT OT aTOMHOTO HOMEPa aTOMOB
o0pasiia: 4eM BBIle aTOMHBII HOMEpP, TeM GOJIbIlle PACCENBAETCS IJEKTPOHOB U TEM
BbIIIIe KOHTPACTHOCTb. Buosornyeckue TkaHU COCTOAT U3 aTOMOB C OY€Hb MAJICHbKUMU
aTOMHBIME HOMepaMit (B OCHOBHOM, YIJIepo/ia, KUCIOPO/Ia, a30Ta U Bogopoaa). [lis Toro
4TOGBI C/IE/IATh UX BUAMMBIMHU, UX OGBIYHO TIPOMUTHIBAIOT (JI0 UM [OC/IE U3TOTOBJICHYST
CPE30B) COMISIMU TSDKEJIBIX METAJ/LIOB, HAIPUMED YPaHa WK CBUHIA. Y DOBEHD MPOIUTKH,
NI «OKPAIUBAHUS», TUMU COJISIMU MIO3BOJIICT YBU/IETh C PA3HOU CTENEHbI0 KOHTPACT-
HOCTH Pa3/ITYHbIe KJeTOYHbIe KOMITOHEHTHI. sJKUPBI TToc/ie (huKcalym ocMieM, HaTlpiuMep,
TEMHOOKPAIIIEHBI, YTO TIO3BOJISIET OMPEAETUTD PACTIONOKEHIE KIETOYHBIX MEMOPaH.

9.2.3. OHPEAEHEHHbIe MaKpPOMOJeKyJibl MOXKHO JIOKaJZin3oBaTb Npuv no-
MoLn I/IMMVHHOI‘/'I 3!19KTpOHHOI7I MUNKpPOoOCKoONnnn KoJusiongHoro 30Jiota

Mpl Bujie/H, Kak /I JIOKQIU3AIUN OIIpe/ie/IeHHbIX MAaKPOMOJIEKY.JT aHTHTe I MOSKHO
UCTIOJIb30BATh B COUETAHUN € (DJIyOPECIIEHTHOI MUKPOCKONHEH. AHATIOTHYHBIN METO/T —
HMMYHHas 3JIEKTPOHHAsl MUKPOCKOIHS KOJIJIOUAHOTO 30JI0Ta — MOKHO IPUMEHHUTH
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Puc. 9.45. TOHKUIA cpe3 KNeTKU. [laHHbIV TOHKMI cpe3 NPUHAANEKUT O4eHb BbICTPO 3aMOPOKEHHOMN APOXKIKe-
BOW KNETKE, B KOTOPOW CTEKNOBUAHDBIV /e, Obln 3ameLLeH CHavyana OpraHUYeCcKMM pacTBOpUTENEM, a 3aTem
N1IACTMACCOM Ha OCHOBE CMOJIbl. XOPOLLO BUAHbI AAPO, MUTOXOHZPWUW, KNETOYHAA CTeHKA, annapat [obaXKK
1 pMBOCOMbI B COCTOAHUM, KOTOPOE MOMXKHO CHUTATb HACTOIbKO NPUBANMKEHHDBIM K KMBOI KNETKE, HACKO/IbKO
370 BO3MOXHO. (C ntobesHoro paspewweHna Andrew Staehelin.)

B 9JIEKTPOHHOM MuKpocKorie. OO6bIYHO TOHKHIT cpe3 MHKYOUPYIOT € OIlpe/leIeHHbIM
MEPBUYHBIM AHTUTEIOM, a 3aTe€M CO BTOPUYHBIM AHTUTEIOM, K KOTOPOMY IIPUKPEILIe-
Ha YacTUIA KOJJIOWJHOTO 30JI0Ta. 30JI0Tasi YaCTUIA SIBJISETCS 9JIEKTPOHHO-TLJIOTHOI,
1 B 5JIEKTPOHHOM MUKPOCKOIIE OHA BBITJISIANT Kak yepHas Touka (puc. 9.46).

Tonkue cpesbl B8 TEM uyacto He criocoGHbBI 1€pejiaTh TPEXMEPHYIO OPraHU3aIUIo
KJIETOUHBIX KOMIIOHEHTOB U MOTYT HAIPABUTH UCCJIEI0BATEIEl 110 JIOKHOMY T1yTh. JIu-
HeliHast CTPYKTYpa, HalpuMep MUKPOTPYOOUKA, MOXKET Ha Cpe3e BBIIJISI/IETh TOUECUHBIM
00BEKTOM, a CPe3 Yepe3 BhICTYHAIOIINE YACTH €/MHOTO CILIOIIHOTO Tea HellPaBUJIbHOMN
(popMbI MOKET 3aCTABUTD €T0 BBITJIS/IETh KAK JIBA OT/IE/bHBIX 00beKTa. Tperbe uamepenne
MOsKeT ObITh BOCCTAHOBJIEHO IIPH oMo cepun cpe3os (puc. 9.47), Ho 5T0 Bce paBHO
MIPOJIO/KUTENbHBIN 1 TPYJOEMKUI TIPOIIeCC.

O/tHaKO JIa’ke TOHKME Cpe3bl 06J1a/Ial0T 3HAYNTENbHOM TJIyOUHON 110 CPaBHEHUIO
C paspeleHneM aJIeKTPOHHOIO MUKPOCKOIIA, TAK YTO OHU MOTYT BBOJIUTH B 3a0JIy3K/IeHUE
10 TIPOTUBOMNOJIOXKHON npuunHe. OnTuveckast CTPYKTypa 3JIEKTPOHHOTO MUKPOCKOIIA,
a IMEHHO OYeHb MAJICHbKAsl allepTypa, Jaet GOJIbIIYIO TJyOUHY MOJIsl, I0ITOMY BUIMMOE
n306pakeHne COOTBETCTBYET Cyneprnoauin (IPOeKInK) CTPYKTYP Ha PasHoii riyGuHe.
Cuientyioniasi CJI03KHOCTb METO/Ia MEeUYEHUS] KOJJIOUIHBIM 30JI0TOM COCTOMT B TOM, 4TO
AHTUTEJIA ¥ 30JI0TbIE YACTUI[bI HE TIPOHUKAIOT B CMOJY, IPUMEHSIEMYIO JIJIsI 3aKJII0UEHMS
TKaHU; CJIEJI0BATEHHO, OGHAPYKUTD MOXKHO TOJIbKO AaHTUTE€HbI HAa TIOBEPXHOCTH Cpe3a. JTO
03HAYAET, YTO, BO-IIEPBBIX, Maa UyBCTBUTEIBHOCTH OOHAPYKEHUS, TAK KAK MOJIEKYJIbI
AHTUTEHA, PACIOJIOKEHHbIE B 60Jiee TJIyOOKUX YacTsX Cpe3a, HeIOCTYIIHDI, U, BO-BTOPbIX,
MOZKHO TIOJIYYHUTh JIOXKHOE TIPEJICTABJIEHNE O TOM, KaKue CTPYKTYPbI COJIEPKAT aHTUTEH,
a Kakue Het. Perienue 1ol ipo6sieMbl COCTOUT B MedeHn# 06pasiia JI0 3aKJII0UEHUsT ero
B CMOJTY, KOT'/IA KJIETKY ¥ TKaHU €I1le TIOJTHOCTBIO JIOCTYIHDI /i1t MeToK. QueHb MaJieHbKue
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Puc. 9.46. JTokanusauma 6e1K0B B 31€KTPOHHOM MUKPOCKONME. 34eCb MMMYHHYIO 3/1EKTPOHHYH MUKPOCKOMNMIO
KOIIOMAHOTO 30/10Ta UCMOAbL3YIOT A/ JIOKaIM3aLMM YETbIPEX Pas/IMYHbIX HENKOBbIX KOMMOHEHTOB Mo/tOCa
BepeTeHa AeNeHNA APOXIKEBOW KNeTKU. Ha BepxHei MuKpodoTorpadum n3obparkeH TOHKMIN Cpe3 APOXKIKEBOTO
MMUTOTUYECKOTO BEPETEHA AeNeHNs. MUKPOTPYBOUKM NEPECEKAOT AAPO0 U COEMHAOTCA C NONOCaMM BEpeTeHa
[AeNeHuns, Norpy»KEHHbIMM B AAEPHYI0 060104Ky. CXxeMa KOMMOHEHTOB NOJIKOCA BEPETEHA AeNeHNs NMOKasaHa
HWKe. Mcno/ib30BaHbl aHTUTENA NMPOTMB YETbIPex PasInyHbIX 6E/1IKOB NOKOCA BEPETEHA AeNEHNSA B COYETaHUM
C YacTULLAMM KONIOUAHOTO 30/10Ta (YepHble MOYKU), YKa3bIBAIOLWMMM Ha TO, TA€e B C/IOXKHON CTPYKType pac-
NOIOXKEH Kaxapli 6enok. (C ntobesHoro paspelwenus John Kilmartin.)

4acTULbl 30JI0Ta, JUaMeTP KOTOPBLIX COCTaB/seT OKOO 1 HM, JIyullle BCEro MOAXOIST
JUIS JaHHOTO MeTo/a. Takue 30710Tble YacTHIIbI OOBIYHO HEBO3MOKHO HAIPSMYIO YBH/ETD
Ha KOHEUHDBIX CPe3ax, [109TOMY BOKPYI HUX HapallUBaIOT JOIIOJHUTEIbHYIO cepeOpsHyIo
WU 30JI0TYI0 000JIOUKY. ITOT IIPOLECC OYeHb HOXO0XX Ha Ipossienue dororpaduil.

9.2.4. N306paKeHnA NOBepPXHOCTEN MOXKHO NMOJTyUYMTb NPV NOMOLLA
CKaHMpYIOLLel 3/IeKTPOHHOI MUKPOCKONUMN

Ckanupyromuii (pacTposblii) 3aeKTpoHHbIA Mukpockon (SEM) mnossossier Ha-
IPSAMYIO HOJyYUTh N300pasKeHre TPEXMEPHOI CTPYKTYPbI oBepxHOCTH o6pasiia. SEM
00bIYHO GOJIee KOMIIAKTHBIH, TIPOCTON B YIPABIEHUN W JIENIEBbI TIPUOOP, YeM TPAHC-
MICCHOHHBIN 31eKTpOHHbIH MuUKpockor. [Ipu atom B TEM 11 dopMupoBanus mso-
OpaskeHns WCIOJb3YIOT 3JEKTPOHDI, TIpoliemne yepe3 obpaser], B SEM ajeKTpOHbI
paccenBaoTcd 06pa3loM WM UCITycKaroTcsl u3 Hero. VcciemyeMbrii mpenapar (pukcu-
PYIOT, BBICYNIMBAIOT M TIOKPBIBAIOT TOHKUM CJIOEM TSXKEJOro Merasuia. AJIbTePHATUBHO
€T0 MOKHO OBICTPO 3aMOPO3NUTDH W TIEPEHECTH Ha MPEAMETHBII CTOJHK [T MTPSIMOTO Ha-
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Puc. 9.47. TpexmepHas peKOHCTPYKLMA NPU NOMOLLM cepum cpe3oB. (a) TpexmepHan PEKOHCTPYKLUMA MUTO-
XOHAPWM KMBOM LPOXIKEBOW KNETKM, NONYYEHHAA NyTem 06beaHeHMs Habopa ONTUYECKUX CPEe30B, NO3BOIAET
YBUZETb CNOMKHYIO Pa3BETBIEHHYIO CTPYKTYPY KOMnapTmeHTa. OTaenbHble TOHKME Cpe3bl TaKoW CTPYKTYpbI
B 3/1IEKTPOHHOM MUKPOCKOMNE MOFYT CO34,aBaThb /IOXKHOE BreyatneHune. B npumepe (6) MoXKeT NoKasaTbCcs, 4To
6ONbLUMHCTBO CPE30B Yepes KAETKY, COAEPHKALLMX PAa3BETBAEHHYID MUTOXOHAPUIO, COAEPIKaT ABE UAU TpU
oTAeNbHble MUTOXOHAPUM (cpaBHM puc. 9.45). OaHaKo M306pakeHns Ha cpe3ax 4 U 7 MOXKHO UHTEPNPETMPO-
BaTb KaK MUTOXOHAPUU B NpoLecce aeneHusa. ICTUHHYIO TpeXMepHYH CTPYKTYPY MOXKHO BOCCO34aTb U3 cepumn
cpeso.. (a, c ntobesHoro paspelueHus Stefan Hell.)

GJIIO/IEHUS TI0/T MUKPOCKOIIOM, 3a4acTyi0 B MUKPOCKOIT MOKHO [TOMECTHUTD I[EJIYIO YaACTh
PacTeHns WK MaJIeHbKOTO »KUBOTHOIO MOYTH 6€30 BesAKOi o6paborku (puc. 9.48). 3atem
rperapar, IPUroTOBJIEHHBIN OJHUM U3 9THX CIIOCOO0B, CKAHUPYIOT OY€Hb TOHKUM ITy4-
KOM 9JIEKTPOHOB. V3MepSIIOT KOJMUYECTBO 3JIEKTPOHOB, PACCESTHHBIX MJIM MCIYHIEHHBIX
1pu 6oMOAPIUPOBKE TIEPBUYHBIM ITyYKOM KaKI0H TOYKU METALIMIECKO TOBEPXHOCTH.
ITY BEJIMYNHY UCHOJIb3YIOT JIJIs1 PETYJISIIIUN UHTEHCUBHO-
CTH BTOPOI'O ITyYKa, JIBUKYIIErOCS] CHHXPOHHO C IIEPBBIM U
dopMupyiorero n306pasKeHne Ha TEJIEBU3MOHHOM SKPAHE.
TakuM 06pasoM CTPOHUTCSI YBEJIMYEHHOE H300paKeHIe
HOBEPXHOCTH Kak 1esioro (puc. 9.49).
Meron SEM o6sajaer ouenb GOJbIION TyOu-
HOU T110Jis1; GOJiee TOro, IOCKOJIbKY BEJMYMHA Paccesi-
HUST 9JIEKTPOHOB 3aBUCHT OT YTJIa MEXK/IY OBEPXHOCTHIO
U IIyYKOM, Ha U300pasKeHIH BU/IHBI OCBEIEHHBIE YUACTKI
U TeHH, IPUAOIIIe eMy TpexMepHbiil Bu (eM. puc. 9.48
u puc. 9.50). OxHAKO TaK MOKHO HCCJIE0BATh TOJIBKO
CBOIICTBA TIOBEPXHOCTEH, U B GOJbIIMHCTBE BUI0B SEM
JIOCTUraeTcst He o4eHb Gosibiiioe paspenierne (0koao 10 oM

Puc. 9.48. Pa3B1BalOLMIACA LBETOK NLLEHULLbI, UAWN KONOC. ITOT Xpyn-
KU KOMIOCOK BbICTPO 3aMOPO3MAMN, NMOKPbLIM TOHKON METaNINYEeCKOn
NJIEHKOW 1 ccnepoBany B 3aMOPOXKEHHOM cOCTOsIHUM B SEM. JaHHan
doTorpadusa, nonyyeHHas ¢ He60NbLIMM yBENNYEHWUEM, AEMOHCTPUPYET
6onbluyto rybuHy ¢okyca mukpockona. (C ntobesHoro paspelleHus
MM Kim Findlay.)
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Puc. 9.49. CKaHMpYIOLLUIA INEKTPOHHbIN MUKpPOcKon. ObpaseL, CKaHUPYHOT MyYKOM 3/1EKTPOHOB, GOKyCUpyto-
LWMMCA Ha NpenapaTte 31eKTPOMArHUTHbIMM KaTyLKamK, UCMONHAKLLMMK PoNb NH3. [leTekTop usmepset
KOJIMYECTBO PACCEAHHBIX UM UCMYLLEHHbIX 3/1EKTPOHOB NPUW NOC/NeA0BaTeNbHOM BoMbapanpoBKe KaxKaoM
TOYKM NOBEPXHOCTU 06pasLa U KOHTPOAUPYET MHTEHCUBHOCTb TOYEK Ha M306pakeHUn, popmupyroLemca
Ha B1aeo3KpaHe. SEM no3sonseT noayvaTb yaAMBUTENbHbIE M306paXKeHUA TPEXMEPHbIX 06BEKTOB € 60/1bLUOM
rnybuHow pokyca v paspelueHrem ot 3 HM Ao 20 HM B 3aBUCHMOCTM OT npubopa. (PoTorpadus npuseseHa
¢ ntobesHoro paspeweHuns Andrew Davies.)
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Puc. 9.50. CKaHMPYIOLLaA 31EKTPOHHAA MUKPOCKONUA. (a) MoslydeHHas C NOMOLLbIO CKAaHMPYHOLLETO 3/1EKTPOH-
HOrO MMKPOCKOMNa MUKpodOTOorpadusa CTepeoLmanm, BbiCTynatowen 3 BOJIOCKOBOMN K/IETKU BHYTPEHHErO
yxa nArywku-6oika. (6) AvddepeHumanbHan MHTEPGEPEHUMOHHANA KOHTPACTHAs CBETOBAA MMKPOCKOMMUA
¥ (B) TPAHCMMCCMOHHAA 3N1EKTPOHHANA MUKPOCKONWSA TOHKOTO cpe3a. (C atobesHoro paspewenus Richard Jacobs
1 James Hudspeth.)

¢ adpexTnBHBIM yBemuerneM 10 20 Toicsy pas). B pesysbrate MeTo1 00bIMHO HCIIOJb-
3YIOT IUTST M3YYEHHUST TeJIbIX KJIETOK M TKaHell, a He CyOKJIeTOYHbIX opraHesl. OJHaKo
paspaboTaHbl MUKPOCKOIIBI OYeHDb BBICOKOTO Pa3pellieHys, B KOTOPbIX B KavyecTBe HC-
TOYHMKA 3JIEKTPOHOB BBICTYIIAET KOTEPEHTHASI aBTO2JIEKTPOHHASI SMUCCHOHHAS TTYTITKA.
OHu MOryT CoNepHHYaTh ¢ TPAHCMUCCHOHHBIMK B pasperiennn (puc. 9.51).

9.2.5. MeTtannnuyeckoe HanblUl1eHNEe NO3BONIAET NCC/iefoBaTb CBONCTBA
noBepxHOCTeN Npu NOMOLLN TPAHCMUCCUOHHOWN 3/1IEKTPOHHON MUKPO-
CKOMWUW BbICOKOro pa3spelueHuns

TEM rax:ke MOKHO WCIIOJIb30BaTh [JISI MCCJIEJOBAHMS MTOBEPXHOCTH 00Opasia
1 OOBIYHO C JIyUIIuM pazperierneM, yueM SEM, nanpumep, /Jist ONpeeJeHust CTPYKTYPbI
OTJIETbHBIX MAKPOMOJIEeKyJI. Kak 1 B cKaHupyolell 31eKTPOHHOT MIKPOCKOITNH, Ha BBI-
CYTIEHHBIT 06pa3ell HAHOCAT TOHKYIO TIJIEHKY TSDKEJIOTO MeTajlaa, HalpuMep TIaTHHBI.
OHaKo B JJAHHOM CJIydae METAJ/LT PACHBLISIOT O/ YIJIOM, 4TOObI TIOKPBIBAIOIINI CJIOH
ObLT B OTHUX MECTaX TOJIITIE, YeM B IPYTuX. /[aHHbIil MeTO/l, Ha3bIBAEMbIN HANbLICHUEM
memazna, cospaet adgpdekr orrenenust (orcroa anrmuiickuii repmun metal shadowing),
GJiarojiapsi YeMy M300paKEHUE BBITJISIIUT TPEXMEPHDIM.
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Puc. 9.51. AigepHas nopa. bbICTP03aMOpOoKEHHbIE AAEPHbIE 060104KN BU3YanU3NPOBaHbI NP NomoLLm SEM
BbICOKOTO paspelleHus, CHabKeHHOro B KaYecTBE UCTOYHMKA S/1EKTPOHOB aBTO3/IEKTPOHHON SMUCCUOHHOM
nyLwKoi. [laHHble n306pakeHns 06emx CTOPOH NOpbl MOKA3bIBAKOT NPeAen PaspeLlEHNA MUKPOCKONA, U UX
HY»KHO cpaBHMBaTb ¢ puc. 12.9. (C ntobesHoro paspewwenna Martin Goldberg u Terry Allen.)

Hexoropbie ob6pabGoraHHble TaKuM 0Opa3oM Ipernaparbl JAOCTaTOYHO TOHKU WJIU
MaJIbl JIJIT TOTO, YTOOBI AJEKTPOHBI HANPSAMYIO B HUX MPOHUKATA. IJTO CHPABETUBO

JUIS OT/IETbHBIX MOJIEKYJI, MAKPOMOJIEKYJISIPHBIX KOM-
IJIEKCOB M BUPYCOB, KOTOPbIE JI0 HAIIBLICHUS METAJLIA
MO>KHO BBICYIIUTb Ha IJIOCKOH MOJ/IepKUBAoIeil
IIJIEHKE, U3TOTOBJIEHHOI M3 OTHOCUTEJIHHO TPO3pay-
HOT'O JIJISI 3JIEKTPOHOB Marepuasa, HalpuMep, yrie-
pojia WM IIacThKa. Takske mpu IOMOIM Harlblie-
HUST METaJI/Ia MOKHO BU3YaJIM3UPOBATh BHY TPEHHIOO
CTPYKTYPY KJ€TOK. B atoM ciydyae o6pasiibl 6bICTPO
3aMOpakuBaioT (KaK OIMCAHO BBIIIE) U PACIIEILISTIOT
JiezpueM Hoxa. CoiepskaHue Jb/ja B pa3pyIIeHHOI 10~
BEPXHOCTH YMEHBIIAIOT ITyTEeM UCIIAPEHUS JIb/la B Ba-
KYYM ITPU MOBBIIIIEHUY TEMIIEPATYPbl — ATOT MPOIIECC
HOCUT HasBaHue Juoduusain (3aMopasKuBaHUs-
BbICyIIMBaHKs ). Ha yacTu K/IeTKu, SKCIIOHUPOBAHHbIE
B 9TOM IIpOLlECCe MPABJIeHUs, HAIbUISIOT MeTaJll
U co3JlaHug MeTa/uimmyeckonl komnuu. OcraBiinii-
Csl OpPraHMYecKuil Marepuas KJETKH JOJDKEH ObITh
pacTBOpPEH, JIJIsi TOrO Y4TOObI OCTAJIACh JIUIIb TOHKAS
MeTJLINYeCcKast penjukd MoBepXHOCTH oOpasia. 3a-
TeM ee YKPEIJISIIOT YIJIEPOIHOM IIJIEHKOM, TOMEIIAioT
HA CETKY U UCCJIEAYIOT B TPAHCMUCCHOHHOM 3JIEKTPOH-
HOM Mukpockone (puc. 9.52). /laHHbLi MeTO MO~
3BOJISIET BU3YaJIM3UPOBATH CTPYKTYPY BHYTPEHHETO
COJIEpPKAHUS KJIETKH U €€ TPEXMEPHYT0 OPraHU3alIio
C yAMBUTENbHOIT YeTKoCcThbio (puc. 9.53).

Puc. 9.52. MpurotoBneHNe MeTaNNIMYECKON PenMKU NoBepx-
HocTn o6pasua. ObpaTnTe BHUMAHMWE, YTO TO/ILLMHA MeTana oT-
parkaeT KOHTyp NOBEPXHOCTU UCXOAHOTo 0bpasLa.

obpaseL

NoAnoXkKa

TSKENbIA MeTanm, ucnapeHHbIN
C HUTU, KOTTEHSAET»
obpaseL,

\

CBEPXY HanbInseTcs
YNpOoYHsIIoLLas NreHka yrnepoaa

bbb

pennuKy AepxaT Ha NOBEPXHOCTY
CUMbHOTO PacTBOPUTENSI, YTOObI
pacTBopuTb 0bpaseL|

pennnKy NpoMbIBaOT U NOMELLaoT
Ha Me[HYI CEeTOYKY AnA Usy4yeHus
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Puc. 9.53. PerynapHoe pacnonoxeHue 6e1KoBbix Gp1U1amMeHTOB B MbILLLLE HACEKOMOTO. [/17 NoslyYeHus AaH-
HOro M306paXKeHUA MblLLeYHble KNETKM BbICTPO 3aMOPO3UaW A0 TeMMNePaTypbl XKUAKOTO renvs, pacLenuam
no uuToniasme v nogseprav rmybokomy TpaBneHuto. 3atem bbina U3rotossieHa U nccnefoBaHa npu 601bLLIOM
YBENMYEHUN METaNAMnYecKas pensmvka. (C ntobesHoro paspeluenus Roger Cooke n John Heuser.)

9.2.6. HeratnBHOE OKpaluMBaHNe N KPNOSNIeKTPOHHAA MUKpocKonusa
No3BOJIAIOT BUAETb MaKPOMOJIEKYJibl C BbICOKUM pa3spelueHnem

Hecmotpst Ha TO 4TO M30JMpOBaHHBIE MaKpoMoeKyJbl, Hampumep /IHK u xpyn-
Hble GEJIKM, MOKHO BU3YaJM3UPOBATh B AJIEKTPOHHOM MUKPOCKOIIE ITyTeM HAIbLICHUS
TSDKEJIOTO METaJLIA JIJIsl CO3/IaHMsI KOHTPACTHOCTH, 60Jiee TOHKYIO CTPYKTYPY MOKHO YBU-
JIeTh, UCIIOJIb3YsI HETATHBHOE OKpammBaHue. [[o aToMy MeTo/ly MOJIEKYibl, HAaHEeCEeHHbIe
HA TOHKYIO YTJIEPOJHYIO ILIEHKY, CMENIMBAIOT C PACTBOPOM COJIM TSDKEJIOTO METAJLIA,
nanpuMep ypanunaierara. [locse Toro kak o6paseir BbICbIXaeT, OUeHb TOHKUI CJI0i coJin
MeTaJlla MOKPBIBAET YIJIEPO/HYIO IJIEHKY, 32 UCKJIIOUeHneM 06J1acTell, T/ie pacioyioskeHa
ajicopbupoBanHasi Makpomosiekyia. [1ocKoJIbKy 9/1eKTPOHBI TIPOXO/IAT Yepe3 MaKpOMOJIe-
KYJIbl 3HAUUTEJIBHO JIyUllle, YeM Yepe3 OKPYKAIOIILYIO COJIb TSIKEJIOr0 METAJLIa, CO3/[aeTCst
obparHoe HeraTuBHoe uzoOpaskenue MoJsieKyJbl. HerarmBHoe okpaiiiBaHue 0COOEHHO
a(pHEKTUBHO JJIsT BU3YAIU3AIMU MAaKPOMOJIEKYJ/ISIPHBIX arperatoB, HAIPUMep BUPYCOB
1 pru6oCcOM, U CyGbeIMHUYHOI CTPYKTYPbI GeKOBbIX (pusiamenTtos (puc. 9.54).

Harmbiienne Metasia 1 HeraTUBHOE OKPAIIUBAHKE [T03BOJISIOT TIOyYUTb M300pazKe-
HUST MAJIEHbKIX MaKPOMOJIEKYJISIPHBIX aHcaMOJiell B BBICOKOM paspelienny, HO Mpeest
paspetiienusi 060UX METO/IOB OTPAHUYUBAET PA3MEP CaMOIl MAJIEHbKOW MeTaJINYeCKO
YACTHIIBI B OKpaIllMBaHuy Wjin Hanblienun. HegaBuo pazpaboraHHble ajibTepHATUBHDIE
MO/IXO/IbI MO3BOJISIIOT HANPSIMYIO BU3YAJIU3UPOBATD B BHICOKOM PA3PEIIEHUN /Ia’Ke BHY-
TPEHHEE COJIEPKIMOE TAKUX TPEXMEPHbBIX CTPYKTYP, KaK BUPYChI 1 opraHe/uibl. B qannom
MeTo/ie, HOCSIIEM Ha3BaHUE KPHOIJEKTPOHHOM MUKPOCKOIMH, KJIOYEBLIM MOMEHTOM
OIISATh SIBJISIETCS OBICTPOE 3AMOPAsKUBAHMUE JIJISI CO3/IaHMsI CTEKJIOBUIHOTO Jibjia. Ha Mukpo-
CKOIMYECKON CEeTKe TPUTOTABINBAIOT 0YeHb TOHKYI0 (0kos10 100 HM) MIIEHKY BOHOI
CYCIIeH3UU BUPYCA WJIN OYUIIIEHHOTO MAaKPOMOJIEKYJISIPHOTO KOMILIEKca. 3aTeM o6pasel|
ObICTPO OXJIAK/IAIOT TIyTEM TIOMEIEHUsI ero B XJajioarent. /[Jist nojiep:KuBanusi Takoro
BOAHOTO TpenapaTta mpu temmeparype —160° C B BakyyMe MUKPOCKOIIA UCTIOTb3YIOT CIIe-
LUAJIbHBIN JiepyKaTesib, B KOTOPOM 00pasel] MO;KHO Ha01io/1aTh HapsiMyio 6e3 hukcaryu,
OKpalllMBaHUsI WU BBICYIINBaHU. B OT/IMUMe OT HEraTMBHOTO OKPAIINBAHMS, B KOTOPOM
Mbl BUJIUM OKpAIIUBAHUE BOKPYT HMCKJIIOUYEHHOrO 06pasiia, BOJHAS KPUOIIEKTPOHHAS
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MUKPOCKOITUST CO3/IaeT U300paKEHNe MaKPOMOJIEKYISIPHON CTPYKTYPbI caMoii 110 cebe.
O/HaKo [7isi U3BJIEUEHIST MAKCUMAIbHO BO3MOKHOTO 00beMa nH(OPMAIMU O CTPYKTYPE
HEOOXOANMO MCIIOIb30BAHKE CIIEITATBHBIX METOI0B 00PAaGOTKN N300pasKeHNs, KOTOPbIE
MBI OIMILIEM HITKE.

9.2.7. inA yBenn4eHns paspelleHna MOXKXHO 06 beANHATb HECKOIbKO
n3o6pakeHnn

Jlio60oe m3o6pakeHue, TONTyYeHHOe HJIEKTPOHHBIM I CBETOBBIM MHKPOCKOTIOM,
COCTABJIEHO U3 YACTUI[ — JJEKTPOHOB WM (DOTOHOB, — TOMAAIONINX B HEKOTOPBIH Jie-
TEKTOP. Ho atn HYaCTUu1bl MMOAYNHAIOTCA 3aKOHaM KBaHTOBOM MEXaHUKH, TOITOMY YHCJIO
JIOCTHTTIINX JIETEKTOPA YACTUI] MOYKHO TIPE/ICKA3aTh TOJIbKO cTaTuctimdecku. [Ipu npezenn-
HO GOJIBITIOM YHCJIe YACTUT] PACTIPe/IeJIeHIE B IETEKTOPE JTI0OCTATOUHO TOYHO OTIPE/IEJISIETCS
BUByaIM3UpyeMbIM 00pasiioM. OHAKO NPU MEHbBIEM KOJMYECTBE YACTHI[ UCXOIHAS
CTPYKTYpa Ha M300PsKEHNN 3aIryMseTcst (DJIYKTYaI[MsIMI YUCJIa PETUCTPUPYEMBIX Ya-
CTUI] HA KQKJIOM y4acTke o6pasiia. TepMuH «wyM» ONHMCHIBAET CTyYaiiHble OTKJIOHEHV,
yXy/Imaroniye peanrbHoe ndobpaxkenne oopasia. 11Iym urpaer 6oJbInyio posib B CBETOBOI
MUKPOCKONUN MIpH MaJIEeHbKOII MHTEHCUBHOCTHU OocCBeleHuda, HO B SHCKTPOHHOﬁ MUKPO-
CKOITH OH CO3/IaeT Cepbe3Hble CJOKHOCTU MPU paboTe ¢ HEOKPAIIEHHBIMU MaKpOMOJTe-
Kysamu. MoJsekysia Oeka, He TIOBPEXK/IasICh, BbIIEPIKUBAET TOIBKO HECKOJBKO JIECSTKOB
ANIEKTPOHOB HA KBAJIPATHBIN HAHOMETP, U 9TA JI03a HA HECKOJIBKO MOPSIIKOB HILKE, YeM
HEOOXO/IMMO [IJISI TIOJTydeHUsT N300PaKeHNsT B aTOMHOM paspelieHnn.

Pernienne coctonT B TOJTyYeHHN N300PAKEHII MHOKECTBA OJIMHAKOBBIX MOJIEKYJT —
J0 JECATKOB TbhICAY OTAEC/IbHDbIX MI/IKpO(l)OTOFpaq)I/Iﬁ — Oé’beI[I/IHeHI/H/I X JJ1A CO3aHnA
YCPETHEHHOTO M300PasKeHNs, HAa KOTOPOM OYJyT BUJIHBI JETAJIN CTPYKTYPBI, CKPBITHIE
HIYMOM Ha MCXO/HBIX U300PAKEHUSAX. ITOT METO/] HA3bIBAETCS] OTHOYACTUYHOUH PEKOH-
cTpyKuuei usoopaskenuii. OHaKo 0 00beMHEHNsT OTAETbHBIX U300paKeHH UX He-
00XO0/IMMO COBMECTHUTD JIPYT C ApyroM. VHOTIa MOJKHO 3aCTaBUTh OEJKU U KOMILJTEKCDI
00pa3oBaTh KPUCTALIMIECKYIO CTPYKTYPY, B KOTOPOU KasK/asi MOJIEKYJIA PACHIOIOKEHA

I
100 HM

Puc. 9.54. HeraTuBHO OKpaLleHHble aKTUHOBbIe ¢punameHTbl. Ha gaHHOW MUKpodoTorpadmm, NnonydeHHon
NPV NOMOLLY TPAHCMUCCUOHHOW 31EKTPOHHOM MUKPOCKOMWUMU, KaXKAbl GUAAMEHT MMEET TONLLMHY OKOI0 8 HM
W NpY BAKMKaMLIEM PACCMOTPEHUM COCTOUT U3 CNMPAsIbHOM Lienn robynspHbIX MoneKkyn akTnHa. (C atobesHoro
paspelueHua Roger Craig.)
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B OIIpPe/IeIEHHOI OPUEHTAIMHU B Y3J1aX PeryJsipHoil peierku. B gannom ciyyae pobiaeMa
COBMEITEHNS JIETKO PEITAeTCs, M TAKOH TUT 9JIEKTPOHHON KpHCTaIorpachuit TO3BOIIT Pac-
mbpoBaTh HECKOIBKO CTPYKTYP OEIKOB B aTOMHOM pasperennn. OHaKo, B IPUHITATIE,
HET CTPOroii HeOOGXOAUMOCTU B KPUCTALIMUECKUX peleTkax. [Ipu nomoriu koMibioTepa
MOXKHO 06paboTaTh 1 00beAUHUTD 1IU(POBbIE U300PAKEHMSI CTyUYallHO PACIIPe/IeTEHHbIX
U TO-Pa3HOMY OPMEHTHPOBAHHBIX MOJEKYJI JJII TOAYIeHUS PEKOHCTPYKIIUN BBICOKOTO
paspeiienusi. HecMOTpst Ha TO 4TO CTPYKTYPbI, 06GJI/IAI0MIIe HEKOTOPOU BHYTPEHHEI
CUMMeTPUEli, YIIPOIIAIOT MPOIECC COBMEIEHUST U JIENAIOT ero (GoJiee TOUHBIM, 3TOT METO/|
[IPUMEHSIIOT U JIJISI CTPYKTYP, JIHUIIEHHbIX CUMMeTpuH, Hanpumep pubocom. Ha puc. 9.55
MOKa3aHa CTPYKTYpa MKOCAAPUIECKOTO BUPYCa, paciu@poBaHHasg ¢ BBICOKUM pas3pe-
IIIEHUEM IIPU TIOMOIIM COYETAHUSI MHOMKECTBA YACTHIL U COBMEIIEHUS N300PasKeHNil.

B caydae perysigpHBIX KPUCTALTIMTYECKIX PETIETOK 3JIeKTPOHHAS MIKPOCKOMIL 0~
cruraer paspetienust 0,3 HM. ITOr0 JOCTATOYHO JIJISI TOTO, YTOObI HAGJIOIATh BHYTPEHHEE

a) 100 HM

L ]
6) 10 HM (100 A)

Puc. 9.55. OgHO4YacTUYHAA PEKOHCTPYKLUMUA U30-
6paxkeHuna. Chepuueckne benkosble 060/104KU
BMpYyca renatuta b coxpaHAOTCA B TOHKOW NAEHKe
NbAa (a) 1 BM3yanusmpyoTca B TPAHCMUCCUOHHOM
3/1EKTPOHHOM MUKpPOCKONe. TbICAYM OTAE/bHbIX Ya-
CTUL, 06beAMHEHDBI MPU NMOMOLLM OAHOYACTUYHOM
PEKOHCTPYKLMM 415 NONYYEHNA TPEXMEPHOM KapTbl
MKOCA34pNYECKOM YacTMLbl, MOKa3aHHOW Ha (6).
OTaenbHbIvi 6enkoBbIv anmep (B), opmupytoLmii
BbICTYMbl Ha NOBEPXHOCTU BUPYCA, B ABYX OPUEH-
TauusAx MokasblBaeT, Yto paspewenunsn (0,74 Hm)
[0CTaTOYHO A/1A pacliMPPOBKM yNaKoBKM noaunen-
™maHon uenu. (C ntobesHoro paspelleHns B. Bot-
tcher, S.A.Wynne u R.A. Crowther (a); B. Bottcher,
S.A.Wynne u R.A.Crowther, Nature 386: 88-91,
8) 1997 (6 u B) 1 usgatenbctea Macmillan Publish-
2 1M (20A)  ersLtd.)
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aTOMHOE cTpoerue 6eKoB. boiee TOro, paspeliieHune B JAHHOM CJIy4ae MOKET COIIEPHUYATD
C PEHTTEHOCTPYKTYPHBIM aHan3oM. [Ipezen pasperienusi 0JHOUACTUYHON PEKOHCTPYK-
UK n300paskeHnii ceituac cocrapJsier okoso 0,5 HM, JOCTATOYHO /ISt UAeHTU(DUKAIIUN
cyObeIuHUIL 1 JIOMEHOB OEJIKOB U, YACTUYHO, BTOPUYHOU CTPYKTYpbI Genka. HecMorpst
HA TO YTO 3JIEKTPOHHASI MUKPOCKOIIUST BPSIZL JI 3aMEHUT PEHTIeHOCTPYKTYPHbBIN aHa13
(cM. rmaBy 8) B KauecTBe MeTOJa OIPENeNeHNsT CTPYKTYPbl MAKPOMOJIEKYJI, OHa 06j1a-
JIaeT HECKOJIbKUMU OYEeBU/IHBIMU IIpeuMyliectBamMu. Bo-1epBbix, eil jajeko He Bcerja
TpebyIoTcsl Kpucrajuinueckie oOpasiibl. Bo-BTopbix, oHa crioco6Ha BU3YaIu3MpPOBAThH
oueHb OOJIbIIIE KOMILIEKChI — CTPYKTYPbI, KOTOPbIE MOTYT ObITh CJUIIKOM KPYITHBIMU
WM U3MEHYUBBIMU [IJIS TIOJIYYEeHUS] YOBJIETBOPUTENbHBIX KPUCTALIOB.

AHa/3 KPYIHbBIX U CJIOKHBIX MAaKPOMOJIEKYJISIPHBIX CTPYKTYP YIIPOIIAETCs, eCyin
U3BECTHA, HANPUMEP, U3 PEHTTEHOCTPYKTYPHOTO aHAJIN3a, aTOMHASI CTPYKTYpa O/IHOMN
WM HECKOJBKUX CyObeUHUI] KOMILIeKca. MoJeKy/IsipHble MOJIEIN TOTa MOTYT GbITh
MaTeMaTHYECKU <«BIUCAHbI» B OOOJIOYKY CTPYKTYDbI, OIPEIETEHHON B MEHbIIEM pas-
PEIIeHn TIPU TIOMOTIH AJEKTPOHHOTO MUKpockoma. Ha puc. 9.56 mokasama cTpyKkTypa
puGOCOMBI U OIPEEIeHHOEe TAHHBIM METO/IOM TIOJIOKEHUE CBS3aHHOTO ¢ Hell (hakTopa
ocBoGoxkaeHnst (eM. Takske puc. 6.74 u 6.75).

9.2.8. Pa3nunyHble paKypcbl OAHOro 06beKTa MOXXHO 06beANHNTD
ANA NONyYeHNA TPEXMepPHON PEKOHCTPYKL NN

Z[eTeKTOpr, IIpuMeHAeMble [1J1d 3allicu H306pa>KeHHI>i AJEKTPOHHBIX MUKPOCKOIIOB,
Jlal0T JIByMepHbIe HSOépaH(eHI/IH. Bﬂaroz[apﬂ OO0JIBIIION I‘JIy61/IH€ TIOJIA MUKPOCKOIIa BCe
YaCTu TPEXMEPHOIo 06pa3ua HaXOo/JATCA B cPOKyce, 1 KOHEYHOE I/1306pa>KeHI/I€ npea-

a) 6)

Puc. 9.56. OaHOUYaCTUUAA PEKOHCTPYKLMA U306parKeHns U NoA60p MoneKynsapHoit mogenu. baktepuanbHble
pubocombl, cofeprKalime ocBoHOXK AL GAKTOP, HEOHXOAMMBIN 415 BbICBODOXKAEHWA 6esKa U3 pubocombl,
1 6e3 Hero, UCMoNb30BaHbI 418 NONYYEHUA TPEXMEPHBIX KpMO-IM KapT C paspeLleHnem, NPEeBbILLAWMM 1 HM.
Moutn 20 TbicAY M306paKeHNI OTAENbHBIX PUBOCOM, COXPaHEHHbIX BO /by, UCNONb30BaN AR NOYYEHUA
0HOYACTUYHOM PEKOHCTPYKLMK. Ha (a) 30S-cybbeanHmuy (#eamas) n 50S-cybbeanHuLy pubocombl (CUHAA)
MOKHO OT/IMYUTH OT JOMONHUTENIbHOW 3/1EKTPOHHOW MIOTHOCTM, COOTBETCTBYIOWEN haKTOpy TEPMUHALMU
RF2 (po3osbili). 3aTeM M3BECTHYIO MOIEKYNSAPHYIO CTPYKTYpPY RF2 BNKcanvM MeToAamu MONEKYISPHOTo Moge-
JIMPOBAHMWSA B 3Ty 3NEKTPOHHYIO naoTHocTb. (M3 U.B.S.Rawat et al., Nature 421: 87-90, 2003. C ntobe3Horo
paspewerunsa Macmillan Publishers Ltd.)
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a)

6)

8)

[
250 Hm

Puc. 9.57. dneKkTpoHHas (KneTouHan) Tomorpadua. bbICTPO3aMOPOKEHHbIE, KPMO3aMELLEHHbIE U 3aK/0YEHHble
B MN1aCTUK 06pasLibl COXPaHAIOT B BUAE, O4EHb BIM3KOM K MCXOLHOMY *KUBOMY COCTOAAHMIO. ITOT SKCNEPUMEHT
MOKa3blBaeT laHHbIe aHaN3a TPEXMEPHOM CTPYKTYPbl MPUrOTOBNIEHHOTO TakKMM 06pa3om annapata [oNbaKu
KNETKM MOYKM KpbICbl. HECKONBKO TONCTbIX cpe30B (250 HM) KNeTKM NoBOPaYMBasm Mo ABYM OCSIM B 3/IEKTPOH-
HOM MWKPOCKOME BbICOKOTO HaMpPAXXeHWA U 3anucbiBann okono 160 pasnnyHbix pakypcos. Mpu nomoLum
METOA,0B 3/IEKTPOHHOM TOMOrpadun LndpoBble AaHHbIE 0ObeAMHUAN A5 NONYHEHUA KOHEYHOMN TPEXMEPHOM
PEKOHCTPYKLMU C paspeLlleHMeM OKOMO 7 HM. 3aTemM Ha KOMMbIOTEPE MOMKHO CLENaTb O4EHb TOHKUE Cpe3bl
BCEro Habopa TpexmepHbIX AAHHbIX, UM TOMOTPAMMbl, U MONYYUTb TOHKME CPE3bl TONLLMHON BCErO 4 HM,
noKasaHHble 34ecb Ha (a) 1 (6). KapTnHa oueHb Masio M3MEHAETCA NPY NEPEXOAE OT OAHOIO CPesa K APYromy,
HO MCNO/b3yA NOJHbIN HABOP AaHHbLIX U BPYUYHYIO KOAMPYA LBeTa MembpaH (6), MOXKHO MOAYYUTb MOHOE
TpexmepHoe n3obparkeHue annapata foNbAXKM U CBA3AHHbIX C HUM Be3WKyA (B). (M3 M. S. Ladinsky et al., J. Cell
Biol. 144: 1135-1149, 1999. C ntobe3Horo paspeweHun The Rockefeller University Press.)

craBJisieT coOO0il TIPOEKIINIO CTPYKTYPBI B/IOJIb HalpaBJenus Habmonenus. [lorepsiniyio
uHMOPMAIIUIO B TPETHEM U3MEPEHIU MOXKHO BOCCTAHOBUTD, €CJIN Y HAC €CTh U300PAXKEHUST
3TOTO 3Ke 00pa3iia B PasJMYHbIX PaKypcaxX. Bbraucjurebubie aJropuT™Mbl /IS JAHHOTO
Merojia paspaboranbl B 60-X IT., U UX HIMPOKO UCIOJb3YIOT B MEIUIIMHCKON KOMITbIO-
tepHoii Tomorpadun (KT). B KT yerpoiictBo noayuenns: n300paxKeHuii JBUKETCS BO-
KPYT MaIlieHTa /I TOJYYeHUs Pa3IndHbIX PaKkypcoB. B ajexrpoHHoit (KjaeTouHOIT)
toMorpadun gepskaTeib 06pasia B MUKPOCKOIE HAKJIOHSIETCS, UTO TTO3BOJISIET JTOCTHYD
TAKOTO 3Ke pe3yJibTara. TakuM 06pa3oM, Mbl MOKEM TIOTyYUTb TPEXMEPHYIO PEKOHCTPYK-
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U0 B BbIGPAHHOW CTAHAAPTHON OPUEHTAIUU TIyTeM OObeAUHEHMsT HaO0Pa PA3JINUHBIX
PaKypCOB O/THOr0 0GBEKTA B TI0JIe 3peHust MUKPOCKoma. Kax/oe oT/iesibHOe n306paskeHie
Oy/leT CUJIBHO 3alllyMJIEHO, HO UX COBMEIEHUEe U YCpeHeHue B TPeX IPOCTPAHCTBEH-
HBIX M3MEPEHUSIX 3HAUUTEIbHO CHIZKAET YPOBEHb IIyMa, JaBasi 4eTKoe M300paKeHue
MOJIEKYJISIPHON CTPYKTYpbl. HaumHas ¢ TOJICTBIX CPe30B 3aKTIOYEHHOTO B TIACTMACCY
MaTepHuasa, TpexXMepHble PEeKOHCTPYKINU, WJIN 1MOMOZDAMMbL, TINPOKO HCIOIb3YIOT
JUIST TIOAPOGHOTO OIMCAHNUS AHATOMUN MaJIeHbKIX 00/IacTell KJIETKH, HallpUMep arapara
Tonpmku (puc. 9.57) wam nurockenera. OHAKO Bee Yallle UCCAeA0BATEN IIPUMEHSIIOT
KJIETOYHYTO TOMOrpauio K HEOKPAIIEHHBIM 3aMOPOKEHHbBIM BOJIHBIM Cpe3aM 1 elile 6oJiee
GBbICTPO 3aMOPOKEHHBIM LIeJIbIM KJIeTKaM uan opratemiam (puc. 9.58). B nacrosimee
BpEMsI 3JIEKTPOHHASI MUKPOCKOIUSI — MOCT MKy MacitabaMu OTAEIbHOM MOJIEKY.JIbI
U 11eJI0I1 KJIETKH.

)
a) o) 500 HM
¢) 200m  © 50 Hm

Puc. 9.58. Ucnonb3oBaHME KPUO-INEKTPOHHO MUKPOCKONUU B COYETAaHUM C OAHOYACTUMHOMN PEKOHCTPYKLM-
eil. ToMUMO cpe30B, METOZ, 31EKTPOHHON TOMOrpadum MOXKHO NMPUMEHATb K MaNeHbKUM HedUKCMPOBaHHbIM
6bICTPO3aMOPOKEHHBIM 06Pa3LaM, KOTOPbIE UCCIEA0BANN B MMKPOCKOME NMPW MOMOLLLM MOBOPAYMBAIOLLLErOCA
AepaTens. B JaHHOM 3KCMepuUMEHTe aKKypaTHO BbIAENWMAN ManeHbKoe Aapo Dictyostelium v 6bicTpo 3amo-
po3nAuW ero nepes, 3anucbio Habopa NOBEPHYTLIX OTHOCUTEIbHOTO APYr Apyra U3obpakeHuit. 3T anddepeH-
UmanbHble UMdpoBble M306paKeHUa 06beAMHAOT METOAAMM KIETOUHOM ToMorpadum Ana nonyyeHus Tpex-
MepHoU ToMorpammbl. MoKa3saHbl 4Ba TOHKMUX LMbPoBbIX cpesa (10 Hm), NPOXOAALLMX Yepes STy TOMOrpammy,
Ha KOTOPbIX MOMHO YBUAETb BMA, OTAE/bHbIX AAEPHBIX MOP cBepxy (a) n cboky (6). B TpexmepHoit mogenu
(B) BMAHA NOBEPXHOCTb NOP (CUHAA), NOrPY}KEHHas B AAepHYH 060/104Ky (Heamas). N3 cepum Tomorpamm
y4anocb NoAy4uTb AaHHble 0 6onee 300 OTAENbHbIX AAEPHbIX MOP, YbM CTPYKTYPbl 3aTEM YCPEAHWUAW NpU
NMOMOLLY METOA0B OAHOYACTUYHOM PEKOHCTPYKLMK. B1a NOBEPXHOCTU OAHOM U3 TaKMX NOP Ha NOBEPXHOCTU
Afpa NoKasaH Ha (r), a cpes — Ha (4); UX Hy»KHO cpaBHMBaTb ¢ puc. 12.10. MopoBbIi KOMMIEKC OKPALLEH CU-
HUM, a AfiepHasn Kop3nHKa — Kopu4yHessiM. (U3 M. Beck et al., Science 306: 1387-1390, 2004. C ntobe3Horo
paspeleHmna nsgatenbcrsa AAAS.)
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3akKnoueHve

Onpedeaenue monkou cmpyxmypor MeMOpan u opeanel Kiemxu mpebyem 6bvi-
COK020 paspeuierus, 00CmuzaemMoz0 MPaHCMUCCUOHHBIM NEKMPOHHBIM MUKPOCKONOM.
Onpedenennvie MaxpoMOIEKYIbl MOKHO JOKAAUI0BAMb NPU NOMOULU KOJLOUOHOZO
30710ma, c6s3annozo ¢ anmumenamu. Tpexmepnvie u300paxenus nosepxHocme Kie-
MOK U MKaHetl NOAYUaAIom npu NOMOWU CKAHUPYIOWEU dJIeKMPOHHOU MUKPOCKONUU.
Tak:ke aneKMPOHHAS MUKPOCKONUSL NO3BOIAEM ONPedesums popmy US0NUPOSAHHIX
MOJIEKYl, OMMEHEHHBIX HANbLIEHUCM MEMAJLA UIU OUePUCHHBIX He2AMUBHBIM OKPA-
wusanuem. Boruucaumenvivie memoosvt ucnoav3yom 0 00se0uHenUs MHOKeCmea
U30OPAKEHUU UNU PAKYPCOB NOO PASIUUHBIMU YeaamU 015t NOAYUEHUS NOOPOOHBLX pe-
KOHCMPYKUULL MAKPOMOIEKY U MONEKYIAPHBIX KOMNIEKCOE MemoOamu I1eKMpOoHHOU
momozpaghu u 00HOUACUUHOU PEKOHCMPYKUUU. MU Memodbl Uacmo NPUMEHIIOM
K 3amopoxxennvim obpasyam. IToryuaemoe smumu memodamu paspewenue o3nawaen,
UMO AMOMHAS, CIMPYKMYPA OMOETLHBIY MAKPOMOLEKY.L 4ACO MOKEM OblMb «6NUCANA»
6 U300paKenus, NOAYUEHHbIe NPU NOMOUU SJEKMPOHHOU Mukpockonuu, u umo TEM
6ce waue cnocoona 3anosHUMb PA3pule MeK0Y CMpYKmMypamu, pacuupposanivimu
npu NOMOWU PeHMzeHOCMPYKMYPHOZ0 AHAIUA U CEEMOB020 MUKPOCKONA.

3agaun

Kakue u3 smux ymeepoeHuii coomeemcmayiom delicmeumenbHocmu?
O6vAcHUMe noyemy

9.1. ITlockompky aBotinag crmpanb [IHK mmeer mmpuay Bcero 10 M, mazexo
3a TpelesiaMi paspelieHns CBETOBOTO MUKPOCKOTA, B SKUBBIX KJETKAX HEBO3MOXKHO
YBUJIETH XPOMOCOMbI (€3 CHENNUaTIbHOTO OKPAIIUBAHIS.

9.2. DayopeciieHTHAS MOJIEKY T, TTOTIOTUBITAS (DOTOH CBETA OHOM JATUHBI BOJTHBI,
Beer/ia ucmnyckaer (poToH GOJbIIel JIJIMHbI BOJIHDI.

9.3. «3amepTbie» MOTEKYJIBI MOKHO BBECTH B KJIETKY W aKTUBUPOBATH MHTEHCUBHOM
BCITBITITKOIT JIa3epa B BBIOPAHHDBIH 9KCTIEPUMEHTATOPOM MOMEHT BPEMEHN B OTIPeIeICHHOI
TOYKE KJIETKU.

Pewume cnedyrowue 3adayu

9.4. Ha cxemax ma puc. Q9.1 moxkaszaHbl TpaeKTOPHH MTPOXOK/IEHIS CBETA Yepes3
o0pa3el] P UCIIOIb30BAHUN CYXUX JIMH3 1 MACJSTHO-UMMEPCHOHHBIX JTH3. OObsICHUTE,
MOYeMY MaCJITHO-MMMEPCHOHHbBIE JIMH3bI JIOJIKHBI IaBaTh Jiydliiee pasperienue. [Tokasa-

nnH3a
obbekTuBa
Bos,qyx_ . macrno
____TOKPOBHOE CTEKITO —

npe,qmeTHoe
CYXAA NTNH3A cTekno  MACHSAHO-MMMEPCUOHHAS
NNH3A

Puc. Q9.1. TpaeKTopumm CBETA, MPOXOAALLETO YEPES CYXYH M MAC/N0-MMMEPCUOHHYHO INH3bI (3a4a4a 9.4). benbil
KPYXOK B UCTOYHMKE CBETOBbIX Iy4elt npeacTasnseT coboi obpased,
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TeJTN TIPEeJIOMJIEHNUST BO3/IyXa, CTEKIA I MACJIa PABHbBI papyxHas
1,00, 1,51 u 1,51 cOOTBETCTBEHHO. obonouka
9.5. Ha puc. Q9.2 uzo6paskera cxemMa desioBe- \ CTe"’l‘;ﬁ?ﬂ”"e ceTuarka
yeckoro rasa. [lokazaresnu npeaomMieHud CTpyKTyp —Porosuua
Ha IIyTH cBeTa paBHbI: porosuia — 1,38, BHyTpH- \XpyCTanMK
ryazHag sxkuakocts — 1,33, xpycramk — 1,41 u cre- BonsHycTas
KjoBuHOE Teo — 1,38. I1e mponcXoauT 0OCHOBHOE Brara
npenomnetue (ocHoBroe hokycuposatue)? Kakyio
POJIb, TIO-BAIIIEMY, HTPAET XPYCTAJIHK? Puc. Q9.2. Cxema rmasa 4yenoseka (3aga-

9.6. IloueMy JfoH TaK IJIOXO BUJAAT IOZ BO- ° 9.5).

moit? W moyeMy TOMOTAIOT OYKM /i TIOABOTHOTO
IIaBaHN ?

9.7. O6bsicHUTE PA3HUILy MEX/Y Pa3pelieHreM 1 YBeJTnueHnueM.

9.8. AHrTuTesNa, CBSI3BIBAIOIINE OIpeeTeHHble OEJKHU, SIBISIOTCS Ba)KHBIM MH-
CTPYMEHTOM JIOKQJIU3AI[MK MOJIEKYJl B KJeTKaX. UyBCTBUTEIbHOCTb TIEPBUYHOIO AHTH-
TeJlA — AHTHUTENA, B3AUMOJIEHCTBYIOIIETO ¢ MOJIEKYJIOH-MUIIIEHBIO, — YACTO YCUJIHBAIOT
IIPH TIOMOIIIN CBSI3BIBAIOIIMXCS ¢ HUM BTOPUYHBIX aHTHUTEN. B ueM cocTosT 10CTOMHCTBA
U HEJIOCTATKU UCTIOJIb30BAHMSI BTOPUYHbBIX aHTUTEN, HECYIIUX (PJIyOPECIEHTHYIO METKY,
[0 CPABHEHUIO C aHTUTEJAMU, HECYIIUMU CBsI3aHHbIe (DEPMEHTDI?

9.9. Ha puc. Q9.3 nokazan va6op moguduimposanubix GFP, ucnyckaionmx cser
pasubix 1BetoB. [louemy, 1o-BalieMy MHEHWIO, OJMH U TOT 3Ke XpoModop crocoOeH
¢IyopecimpoBaTh MPU TAaKWX PA3HBIX JIMHAX BOJIH?

9.10. PaccmorpuTe (hJiyopeciieHTHbII eTEKTOP, pa3paboTaHHbIH /ISt JIOKATU3AIUN
B KJIETKe aKTHBHOTO (hepMeHTa TUPO3UHKUHA3bl. Cunuii (royGoit) duryopeciieHTHbIi
6enok (CFP) u skenrsrii ¢uyopectentnpiii 6e1ok (YFP) cmmThbr ¢ KoHIaMu ruGpu-
HOTO OeJKOBOro joMeHa. [mOpuiHblii GEJKOBBII CErMEHT COCTOST U3 CyOCTPaTHOrO
MeMNTH/Ia, Y3HABAEMOTO THPO3MHKIHA30H Abl, 11 (hochoTnposnH-cBA3bIBAIONIETO JOMEHA
(puc. Q9.4). Bosaeiicteue na nomer CFP He nmpuBoauT K nciyckanuio gomena Y FP, ecim
nmomenbr pasaenenbl. Oxpnako, ecin CFP u YFP pacnonosxensr 6JM3K0, pe30HAHCHDIN
nepenoc sueprun duyopecuenmu (FRET) nossossier BosGyxaennio CFP Bbi3biBaTh
uctyckanre YFP. FRET mabmo1a0T sKcrepuMeHTalbHO KaK yBeJmdeHe OTHOIEHNUST
unTeHcuBHOCTH (haryopeciiennun npu 526 um u 476 um (YFP,/CFP), xorna CFP Bo3-
Oy:K/1aeTCsl CBETOM C JINHON BOJIHBI 434 HM.

NukyGanus penoptepHoro Genka ¢ TnposunknHazoit Abl B mpucyrersun ATP gaer
yBesuuenne uciyckanuss YFP/CFP (puc. Q9.4, 6). B orcyrcrBue ATP wiu Genxa
Abl FRET #e na6monaior. FRET Ttaxske mogaBistior qo6aBierneM TrposnHdochaTasst

Puc. Q9.3. CneKTp LBETOB, MOyYaeMbixX NPY NOMoLm moanuduumpoBaHHbix GFP (3agada 9.9). (M3 R. F.Service,
Science 306: 14576, 2004. C ntobe3Horo paspelueHuns nsgatenbcrsa AAAS.)
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a) PEMOPTEP 6) FRET
433
AM + docpartasa
| 476 Hm 13
g Abl + ATP
C
N T 12
Q
a
nentua- o~ 11

cBsA3Ka
6e3 Abl unn ATP

1,0 $oovig*
N34 0 5 10 15 20 25 30

CessblBatoLLMACA Bpemsi, 4
¢ pochoTMpo3nMHOM Genok

Puc. Q9.4 dnyopecueHTHbIN pernopTepHbIi 6enok, paspaboTaHHbIi AN 06HaPYKeHMA TMPO3UHKMHA3bI (3a4a-
42 9.10). (a) omeHHas CTPyKTypa penopTepHoro 6eka. YkasaHbl vueTbipe gomeHa: CFP, YFP, cybcTpaTHbIi nentus,
AN TUPO3UHKMHA3bI 1 GOCPOTUPO3UH-CBA3bIBaAIOLWMIA AoMeH. (6) Peaynbtatbl FRET. YFP/CFP HOpmupoBaHO
Ha 1 B MmomeHT BpemeHu 0. PenopTep MHKyBMpoBaH B npucyTcTeun (am B otcytcteme) Abl n ATP B ykasaH-
HbIX BPEMEHHBbIX MPOMeXKYTKax. Cmpesikoli NoKasaHo Bpems gobasneHns TuposunHoocdatassl. (M3 A.Y.Ting,
K.H.Klain, R.M.Klemke and R.Y.Tsien, Proc. Natl. Acad. Sci. U.S.A. 98: 15003-15008, 2001. C ntobe3Horo pas-
pelueHuns HaupoHanbHOM akagemmum Hayk CLUA.)

(puc. Q9.4, 6). Oummmre, HACKOJIBKO MOKETe, KaK PEropTepHblil GEJOK II03BOJSET
OTIPE/IENTUTD TIPUCYTCTBIE THPO3UHKNHA3BI Abl.

9.11. Ha npaxTike paspelaoriasi CltocOGHOCTb COBPEMEHHBIX 3JIEKTPOHHBIX MUKPO-
ckomoB coctapJsieT 0koJio 0,1 HM. OCHOBHOI MPUYMHON TaKOTO Tpefiesia SBJSeTCsS Ma-
JIeHbKas 4ncioBas aneprypa (7 sin 0), koropast orpannunBaercst 0 (I0JOBUHOMN yTII0OBOR
JUIMHBI JIyYeil, coOpaHHbIX JIMH30H o6bekTuBa). IIpeamnosaras, uro aamuHa BoJHbI ()
snekrpona pasHa 0,004 HM, a mokasarenb mnpenomnenus (n) pasen 1,0, paccuuraiite
BemunHy 0. CpaBHute mosydeHHoe 3HaueHHne ¢ 0=060, XapakTepHBIM /I CBETOBBIX
MUKPOCKOTIOB.

a3pelieHne = 0,614
pasp nsin 0

9.12. C105kHO OTJIMYUTD BIAJAWHBI OT BBITYKJIOCTEH, TPOCTO pacCMaTpUBas PUCYHOK
teneii. Paccmorpure puc. Q9.5, a, Ha KOTOPOM NMOKa3aH HAGOp OTTEHEHHBIX KPYTOB.
Ha pucynke Q9.5a Kpyr# Ka;KyTcs BLITYKJIOCTSIMU, HO Ha CAMOM /IeJie TIPH TIPOCTOM Tiepe-
BOpauMBaHNK KapTHHKY BBepX Horamu (puc. Q9.5, 6) Kpyru HauMHAIOT Ka3aThCsl BIIAJIN-
HaMU. JTO KJIACCUYEeCKasl 3pUTe/IbHAs WLTIO3KsL. TOUHO Takast e MILTI03UsT HaOJIIo/1aeTcst
Ipy HanbLIeHnn Metasia (eM. s1eKTpoHHble MuKpodoTorpaduu Ha puc. Q9.5). Ha oxroit
13 HUX Ka)KeTcd, 4yTo MeMOpaHa MOKPBITA BBICTYIIAMHU, a Ha JPYroil — MHOXKECTBOM
BNaJWHOK. MOKeT i1 MUKPOCKOTIHCT C YBEPEHHOCTHIO CKa3aTh, YTO OJINH M3 B3TJISAI0B
TTPaBIJILHBIN, VTN MOXKHO BBIOPATh MPOM3BOJILHO? OGbSCHUTE CBOM OTBET.
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a) 6)
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CTpyKTypa memOpaHbl

Kierounbre MeMOGpanbl HeOOXOIMMbI JiJis1 (DYHKITMOHUPOBaHus KieTok. Ilnagmaru-
yecKasi MeMOPaHa OKPY’KaeT KJIETKY, OIPe/IeNIsIeT ee TPAHMUIIBI U TTO/UIEPIKUBAET HEOOXO-
JIUMbIE Pa3/INUMs MEXK/1y HIUTO30JIeM U BHEKJIETOUHOI cpeioil. BHyTpu aykaproTuyeckux
KJIETOK MeMOPAHbI 9H/IOILIA3MATIYECKOTO PETHKYJIYMa, armapaTa ['obpKi, MUTOXOH/PHIT
W IPYTUX 3aMKHYTBIX MEMOPAHHBIX OPTaHesLT COXPAHAIOT XapaKTepHbIE Pa3IMIns MEXK/Ty
COZIEPKUMBIM KaKJ0H OpraHesiabl U LUTO30JeM. I'pajenTol HOHOB Yepe3 MeMOpaHy,
cozZiaBaeMble 32 cueT PalbOThbl ClENUATN3UPOBAHHDIX MeMOPAHHDBIX OEIKOB, MOKHO HC-
MoJb30Bath it cunTeda ATP, onn MOTyT ObITh ABMKYIIEH CHJION TpaHcMeMOPaHHOTO
TriepeHoca oIpeeJIeHHbIX PACTBOPEHHBIX BEIIECTB W, B CJIy4ae HEPBHBIX W MBIEYHBIX
KJIETOK, CO3/iaBaTb U liepejaBarb 3JEKTPUUYECKUe CUIHaAbl. Bo Bcex KieTkax InmasMa-
THYeCcKasl MeMOpaHa Tak:Ke COAEPKUT OesIKU, KOTOpble Paf0TaloT B KAYecTBe CEHCOPOB
BHETITHIX CUTHAJIOB, TIO3BOJISIA KJIETKE M3MEHATh CBOE TOBEJECHNE B OTBET HA CTHUMYJIBI
OKPY>KaIOI[ell Cpe/ibl, BKJIOYAsl CUTHAJbL OT APYIUX KJIETOK; 3TH OEJIKOBble CEHCOPDI,
WU peuenmopbt, IepefaloT yepe3 MeMOpaHy He MOJIeKYJIbl, a HH(OPMALUIO.

Hecmotpst na pasnmanbie PyHKINN, Bce Onosormdeckne MeMOpanbl 001agaoT 06-
1eil CTPYKTYPOii: OHM MPEACTABJSIIOT COGON OYEHb TOHKYIO TLIEHKY JUmuaoB (GKUpOB)
1 OeJIKOB, Y/JepP:KUBAIOIIXCST BMECTEe B OCHOBHOM 32 CUET HEKOBAJICHTHDLIX B3auMOJeil-
creuii (puc. 10.1). Kierounbie MeMOpaHbl — 9TO ANHAMUYECKUE, JKUIKHE CTPYKTYPbI;
GOJIBIIMHCTBO COCTABJIIONINX UX MOJIEKYJI HEIPEPbIBHO JBIDKETCSI B IIOCKOCTH MeM-
O6panbl. MoJIeKyJIbl JIMTTHIOB OPTaHN30BAHDI B HEMIPEPBIBHBIN JIBOIHOIN CJION TOJIIUHOM
OKOJIO 5 HM. ITOT AUNUOHbLI OGUCIO0U SBJsieTCst 6a30BOM KUIKON CTPYKTYPOit MEMOPaHbI

_/_

NUNUAHbLINA
Gucron
(5 HMm)

Morekyna — —— Morekyna 6enka

nianuaa

Mornekyna
MOIeKyInbl 6enkos
a)  nunuga Y 6)

Puc. 10.1. Tpu B3rna4a Ha KNeToYHYo MembpaHy. (a) dneKTpoHHan MMKpodoTorpadums cpesa nnasmaTnyeckomn
MembpaHbl (KpacHOro KPOBAHOTO Te/bLia YenoBeka). (6 1 B) Ha 3TMx pucyHKax NOKasaHbl ABYMEPHbIN U Tpex-
MEepPHbI BUABI KNETOYHOW MeMBpaHbl M 06LLEe PacnoNoXKeHMe ee IMNUAHbBIX M 6eNKOBbIX COCTaBAAOWMX. (a,
¢ ntobesHoro paspewexus Daniel S. Friend.)
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U CJIYKUT OTHOCHTEJIbHO HETPOHUIAEMbIM GapbepoM JiJisi OOJIBIITMHCTBA PACTBOPUMbBIX
B BOJIe MOJIEKYJI. DesIKoBble MOJIEKYJIbI, IPOHU3BIBAIOINIAE JUTH/HBIN GUCI0MH (mpch—
membpanmvie 6eaxu; cM. puc. 10.1), onocpeayoT IPaKTHYECKH BCe OCTAIbHbIE (DYHKI[UHI
MeMOpaHbl, HAIIPUMEP, TPAHCIOPT uYepe3 Hee OIPe/IeTEHHbIX MOJIEKYJIbl WU KaTaau3
CBSI3AHHBIX ¢ MeMOpanoil peakiii tTuna cunreda ATP. B nasmaruueckoit meMOpatie
HEKOTOPbIE TpaHcMeMOpanHbie 6eKi (DYHKIIMOHUPYIOT B KAYeCTBE CTPYKTYPHBIX CBSI3el,
COEJIMHSIONINX I[UTOCKEET Yepes JIUMU/IHBIN GUCJIO0N JUOO0 € BHEKJIETOYHBIM MATPUKCOM,
Ji6o ¢ coceiHell KJIETKOI, TOr/la Kak Jpyrue GeKK CIyKaT PelelTopaMu JIJisi BOCIIPUsI-
THSL U TIpeo6pa3oBaHust XUMUUYECKIX CUTHAJTIOB OKpYKaiolieii cpesbl. Kak u cienoBasio
OKUJIaTh, 4TOObI KJIETKA MOIJIA HOPMAaJIbHO (DYHKIMOHMPOBATH U B3aUMOJENCTBOBATH
CO cpe/Iolt, TPeOyeTCst MHOKECTBO pasnaHbIX 6ekoB. [1o onernkam, MeMOpaHHbie GeJKI
coctaBsioT 0K0J0 30 % GeNKOB, KOANPYEMBIX TEHOMOM JKMBOTHBIX KJIETOK.

B a10ii riaBe Mbl PacCMOTPUM CTPYKTYPY U OPraHU3AIMIO JBYX OCHOBHBIX CO-
CTaBJISIONNX OUOJOTHYECKUX MeMOpaH — JUIuA0B 1 6eaKoB. HecMOTpst Ha TO YTO MbI
B OCHOBHOM Gy/IeM TOBOPHTD O IJIa3MaTHYeCKOil MeMOpaHe, GOJIbITHHCTBO OMHCAHHBIX
MIPUHIUIIOB IIPUMEHUMO U /ISl PA3JINYHBIX BHYTPEHHUX MeMOPaH KJeToK. DyHKIMN KJ1e-
TOYHBIX MeMOpaH OYyJyT PacCMOTPEHbI B CJEAYIOIINX TJIaBaX: PoJib MeMOpaH B CUHTE3€
ATP, nanpumep, obcyxaaercs B riase 14; ux yyacrue B TpaHCMEMOPAHHOM TPAHCHIOPTE
MAaJIbIX MOJIEKYJT — B rjiaBe 11; a poJib B KJIETOYHOU CUTHATU3AIUU U KJIETOUHON ajire-
3un — B TymaBax 15 u 19 coorBercrBenHo. B rmaBax 12 u 13 Mbl 06CyIuM BHyTpEHHIE
MeMOpaHbl KJAETKU U MUTPAIMIO GEJIKOB Yepe3 HUX U MEK/y HUMHU.

10.1. JIunngHoin 6ucnoin

JIvnusbiil GucIoit — 6a30Bast CTPYKTYpa BCeX KJIETOYHBIX MeMGpaH. Buciioii jrer-
KO YBUJIETb B AJIEKTPOHHbBINT MUKPOCKOII, 1 €r0 CTPYKTYPa MOJHOCTHIO 33/[aHa 0COOLIMU
CBOMCTBAMU JIUTIH/IHBIX MOJIEKYJI, KOTOPbIE CIIOHTAHHO YIIAKOBBIBAIOTCS B OUCJION JlaKe
B IIPOCTBIX NCKYCCTBEHHBIX YCJIOBUSIX.

10.1.1. OCHOBHbIMU NIUNUAAMMU KNIETOUYHbIX MeMb6paH aBnatoTca ¢pocdo-
rnuuyepuabl, cGMHronMNuAabl N CTePUHDbI

MoTeKy bl JTUTH/I0B COCTABISIOT TPUMepHO S0 % Macchl GOTBITIHCTBA KJIETOUHBIX
MeMOpaH JKUBOTHBIX, MOYTH BCS OCTajbHAasg Macca — Oenaxu. Ha miomaan JummaHoro
6ucost 1 x 1 MKM pacmosio;xKeHo mpuMepHo 5 x 108 mmiaHbIx MoIeKy 1, 4TO COOTBETCTBYET
npuMepHo 107 TUIUHBIX MOJIEKYJI B TLIA3MATHYECKON MeMOpaHe MaJIeHbKOiT )KUBOTHOI
KJIeTKH. Bce MOJIeKyJIbl JINITH/IOB B KJIETOYHBIX MeMGpaHax aM(pu(pHIbHbI, TO €CTh OHI
cocrost u3 ruaApopuAbHON («/I0GsIIEH BOLY>), WK NOAAPHOU, YacTh U TuAPOPOGHOI
(«Gostiieiicst BObI»), WIN HENOAAPHOU, TACTH.

Bosbiero Bcero B MeMOpane cozep:xutcst pochommigos. OHi cOCTOSAT U3 MO~
JISIPHOIT «TOIOBKI» U IBYX THAPOMOOHDIX §2.166000P00HBIX «<X60CM06>. B JKUBOTHBIX,
PaCTUTE/IbHbIX 1 6aKTepI/IaJIbeIX KJIeTKaX «XBOCTbI» — 3TO OébI‘-IHO JKUPHbIE KUCJIOTHI,
pasmrgaronmecs 1o amiHe (OHI MOTYT comepskathb ot 14 10 24 atomos yraepoga). Oxun
U3 «XBOCTOB» OGBIYHO UMEET O/IHY Wiin GoJiee JABOIHYIO 4uc-cBA3b (T. e. OH Henacvuen),
TOIJIa KAK y JIPYrOro «XBOCTa» JABOIHbBIX cBs3eil Het (T.e. on nacvuuen). Kak nokasano
Ha puc. 10.2, Kaxaasg QBONHAS 4UC-CBA3b CO3AAeT HeGOIbINON M3rnG (KUHK) B «XBO-
crey. Pasmmang B JJINHE W HACBIIEHHOCTU KUPHOKUC/IOTHBIX «XBOCTOB» BJIMAIOT Ha TO,
Kak dochommmHbIe MOJIEKYJIBI YJI0KEHB B OGHCIOE U, CJe0BATENbHO, HA TEKYYeCTb
MeMOpPaHbI, KaK MbI YBUIUM TIO3Ke.
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Puc. 10.2. Yactn moneKynbl pochornmuepuga. 3aecb npeacrasieHsbl (a) cxema, (6) popmyna, (B) npoctpaH-
CTBEeHHasn mogaesb U (r) cumeon docdhatnannxonmnHa. U3rnb (KMHK), BbI3BaHHbIN HaMYMEM ABOMNHOM YUC-CBA3M,
npeyBesiMyeH 418 HarALHOCTU.

OcuoBHbIME (hochosmmuaMut B GOJBITUHCTBE KJIETOUHBIX MeMOPaH JKMBOTHBIX
SBJSIOTCS (POCOTIMIIEPUBI, MMEIOINe B CBOEHl OCHOBE TPEXYIVIEPOAHDIH 21uuepun
(em. puc. 10.2). [IBa JJIMHHOIENOYEUHBIX JKUPHOKUCIOTHBIX «XBOCTa» YEPE3 CIIOK-
HOA(UPHYIO CBI3b COEMHEHBI C COCETHUMU aTOMAMHU YIJIepojia TJIUIEPUHA, a TPETHii
aTOM YTJIEPO/Ia CBS3aH C OJIHUM M3 HECKOJBKUX PA3JUYHBIX THIIOB TOJOBHOI TPYIIIIbI.
Bapbupyst sKUpHBIE KUCJOTHI W TOJOBHbBIE TPYIIIbI, KJIE€TKU CHUHTE3UPYIOT MHOKECTBO
tunos ocorimuepuios. Docoghamudurdsmanoramun, hocghamuduncepun n pocha-
MUOUNXOSUNH — ITO OCHOBHBIE (POCHOTTHIIEPH/IBI KIETOUHBIX MEMOPAH MJIEKOTUTAIOIIITX
(puc. 10.3,a—e).

Jpyroii Baxublii dhochomumi, cihunzomuesur, CUHTE3NPYETCS U3 CHUHZ03UHA,
a ne n3 rmmnepuna (puc. 10.3, 2—0). Chunrosun npeacrapaser co60i IIMHHYIO AllUIb-
Hy0 11etb ¢ amuHorpymmoit (NH,) 1 gBymst rugpokcuibibivu rpymmami (OH) va konme
MOJIEKyJIbl. B cuHrOMUeNHe SKUPHOKUCIOTHBIN «XBOCT» CBS3aH C aMUHOTPYIIIION,
acocoxommHoBag Tpymnma — ¢ KOHIIEBOW THAPOKCUIBHON Tpymmoii. Bropas ruapok-
CHJIbHAS TPYMIIA OCTAeTCsT CBOOOHON M BHOCHUT BKJIAJ] B MOJISIPHbIE CBOWCTBA COCEIHEN
TOJIOBHOI TPYTITbI GJarofiapsi CBOe CIocoOHOCTH 0OPA30BLIBATH BOJOPO/IHbBIE CBSI3U
C «TOJIOBKAMW» COCEJHUX JIUIHUIOB, MOJIEKYJAMU BOJbI WU MEMOPAHHBIMU OeJKaMU.
Bumecte docdommmmuzabt dpocdarnanaxommH, dochatnamiaTanosaMut, dhocdaTuamice-
PHH U C(PUHTOMUETUH COCTABIISTIOT GOJIbIIE TTOJOBIUHBI MACChI JIUMH/IOB B GOJIBITHHCTBE
KJIETOYHBIX MeMGpan Miekonuraionmx (cM. tabamry 10.1).

[Momumo ocoMnu0B, B JIUIMHIHBIX OHCIOSX MHOTUX KJIETOYHBIX MeMOpaH co-
JEPIKATCS X0eCMePUn 1 2IUKOIUNUObL. DYKAPUOTUUYECKUE TITa3MaTniecKie MeMOpaHbl
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Puc. 10.3. YeTbipe ocHOBHbIX pochonunupa naasmatmyeckmx membpaH MAEKONUTAKOLWUX. PasHble «TON0BKU»
MoKasaHbl PasHbIMM LIBETaMM HA CUMBOAX. JIUNUAHbIE MONEKYbI, U306PpaKeHHble Ha (a—8), ABnatoTca dpoc-
dornnuepuaamm, CUHTE3UPYEMbIMM U3 ULEPUHA. Monekyna Ha (r) — 3To COUHTOMMUENVH, CUHTE3UPYEMBIV
13 cOUHrosmHa (a) 1, cneposaTenbHO, OTHOCALWMICA K chuHronmnuaam. Obpatnute BHUMaHME, YTO TONbKO
dochaTmamncepuH obnagaet oTpULATENbHBIM CYMMAPHbIM 3apAA0M, PO/Ib KOTOPOrO Mbl 0O6CYANM HUNKE;
ocTanbHble Tpy doconnnmaa SNEKTPUYECKU HENTPAIbHBI NPU GU3MOIOTMYECKOM 3HaYeHUW pH 1 HecyT oguH
NMONOXKUTENIbHBIA U OAUH OTPULATEIbHBIN 3apagbl.

cojiepkat 0co6eHHO MHOTO XoJectepuna (puc. 10.4) — /10 0/IHOIT MOJIEKYJIbI Ha KasKIy10
Mouteky Ty ocdommmmia. XosecTepuH OTHOCHTCS K cTeprHaM. OH COEPIKUT XKEeCTKYIO
IIUKJITYECKYIO CTPYKTYPY, C KOTOPOI! CBSI3aHbI €INHCTBEHHAS TTOJISIPHAS TH/IPOKCHIbHAS
TpyHIa ¥ KOPOTKAsI HENOJIApHAs YIJIEBOA0OPO/IHAS 11ellb. MoJIeKyJIbl XoJIecTeprHa Opu-
EHTUPYIOTCS B 6GUcJI0e TaKMM 06pa3oM, YTOObI MX TH/IPOKCUIIbHAS TPYIIIA PACIoJIaraaach
BOJINBY TOJIIPHBIX «TOJIOBOK» coceHux ocdosmmuabix Mosekyt (puc. 10.3).

10.1.2. ®ochonunugbl camonpounsBosIbHO 06pasyloT 6ucnon

Dopma 1 ampudubras npuposa GocOoIUIIIHBIX MOIEKYJI 3aCTABISIIOT UX CIIOH-
TaHHO (hOPMUPOBATH OUCJION B BOJHOM OKPY>KE€HHHU. B riiaBe 2 Mbl TOBOPUJIM, UTO T/IPO-
(pusbHDBIE MOJIEKYJIBI JIETKO PACTBOPSIIOTCS B BOJIE, TIOTOMY YTO COJEPKAT 3apsisKEHHbIE
WJIN He3apsKeHHbIE MOJISIPHBIE TPYIIbI, KOTOPbIE CIOCOOHBI 00Pa30BbIBATh SHEPreTHUECKH
BBITO/IHBIE 3JIEKTPOCTATHYECKIE MM BOJOPOIHbIE CBSI3U ¢ MOJIeKyJ1aMu Bozibl. C 1pyroit
CTOPOHBI, T'HAPO(OGHDIE MOJIEKYJIbI He PACTBOPSIOTCS B BOZE, MOCKOJIBbKY MOYTH BCE MX
aTOMbI He 3apsKeHDbI MM HEIOJISIPHBI U, CJIeOBATeIbHO, He CIIOCOOHDBI 00Pa30BbIBATD
SHEPreTHYeCKH BBITO/HbIE B3aUMOEHCTBUS ¢ MOJIeKyJaaMu Bojbl. llpm momerieHnn
B BOJLy OHM BBIHYK/IAIOT IIPHJIETAOIINe MOJIEKYJIbI BO/bI (POPMUPOBATH MOXOXKHE HA
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Puc. 10.4. CTpyKTypa xonectepuHa. MpeacrasneHbl (a) popmyna, (6) cxema u (B) npocTpaHCTBEHHAnA MOAE/b
xonecTepuHa.

JIeJl CTPYKTYPbI, OKpysKatonme ruapodoonyio Mosekyy (puc. 10.6). ITockobKy Bojia
B TAKOM COCTOSTHUH 6oJiee yIIOPSI0OUEHA, YeM IIPOCTO B PACTBOPE, 06PAa30BAHME TaKHX
CTPYKTYP YBEJIMUMBAeT CBOOO/HYIO sHepruio. OJHAKO HEBBITOJHOCTH 3TOTO IIPOIecca
cHIpKaercst, ecyim rugapodoGHbie Mosieky bl (un rugpodobHbie yacTu aMpudUIbHbIX
MOJIEKYJI) TPYIITUPYIOTCS TaKUM 06pas3oM, 4TOObI B3aMMOEHCTBOBATh ¢ HAMMEHBIINM
YHCJIOM MOJIEKYJT BOJIBL.

I'iapodunbabie 1 rHAPODOGHBIE 06JACTH JUITUIHBIX MOJEKYJ BeAYT ceb6sd TOUHO
TaK >ke. TakuM 06pa3oM, JIMII/IHBIE MOJIEKYJIbI CAMOIIPON3BOJIBHO arPerNpyIoT IS TOTO,
4TOObI CHPSATATh CBOM TUAPOMOOHDBIE YTIEBOAOPO/IHbIE «XBOCTbI» BHYTPb U BBICTABHUTD
ruZipouIbHbIE <TOJOBKU» HApY:Ky. B 3aBucumoctu ot (GOpMBI OHU MOTYT JI€aTh 3TO
ABYMs criocobamit: 60 GpopMupys cepuiecKkue Muyeilvbl, B KOTOPBIX «XBOCTBI» Pac-
TI0JTOKEHBI BHYTPH, JIG0 00pasyst IBYXCJIONHBIE IUIEHKH, W OUC/I0U, B KOTOPBIX THIPO-
(o6HbBIE «XBOCTBI» PACTIOJIOKEHBI MEKILY THAPOPHIbHBIME «rojoBKamMu» (puc. 10.7).

Dochosmmi/HbIE MOJIEKYJIb 06Ia/IAI0T IIUINHPIYecKoil (hOpMOii, TT03TOMY B BO-
JTHOM OKPY>KEHHI OHH CIOHTaHHO (popMupyio 6ucson. B takoM Hambosiee sHEpreTiye-
CKH BBITOJIHOM COCTOSIHUM THAPO(UIbHBIE «TOJIOBKH» HAa 06ENX ITOBEPXHOCTSIX OGUCJIOS
BBICTABJIEHBI B BOMY, a TUAPOMOGHDIE
«XBOCTBI» CKPBITBI OT BO/bI BHyTpu. Te 3 -
’Ke CHJIbI, KOTOPbIE 3aCTaBJISIOT JIMIH/IbI nonsipHbie
06pa3oBbIBATh OWCJION, OTBETCTBEHHBI ronosiu
3a caMoBOCCTaHOBJIeHHe MeMOpaH. Ma- 5

(5] 2_
JIEHbKNU Pa3pbiB B 6I/ICJIOC CO3/1a€T CBO- % y4acToK,
OO/THYTO I'PAHUILY C BOJIOIA; IOCKOJBKY 3TO & ukcupyembIit
AHYIO Tpatuily AOH, y g XONEecTepyHOM
5 =
s
Puc. 10.5. XonectepuH B amnugHom 6ucnoe. Cxe- b .
NOABWXKHbIN

MaTH4YecKoe U306paskeHne MONEKy/bl XONeCcTepUHa, y4acTok
B3aMMOAENCTBYIOLLEel ¢ ABYMA GOCHOMNUAHBIMM MO-
NleKy1lamu B 04HOM MOHOC/IOE IUMUAHOTO 6UC/os.
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Puc. 10.6. Kak rugpodunbHbie 1 ruapodpobHbie MoNeKynbl No-pasHOMY B3aMMOZAENCTBYIOT C BOAOIA. (a) Mo-
CKO/bKY aLLETOH MOMAIPEH, OH MOXKeT 06pa30BbIBaTb IHEPreTUYECKM BbIFOAHbIE 3NEKTPOCTaTUYECKME CBA3M
C MOJIEKY/IaMM BOAbl, KOTOPbIE TaK¥Ke NoaspHbl. (6) HaobopoT, 2-meTunnponaH NnoaHocTbo rmapodobeH. MNo-
CKO/bKY OH He cnocobeH aHepreTMYeckmn BbIr04HO B3aMMOAENCTBOBATL C BOLOMW, OH 3aCTaB/sEeT NpuaeratoLme
MOEKY/bI BOAbI GOPMMPOBATL YNOPAA0UEHHbIE, MOXOXKME Ha N1ed CTPYKTYPbI, YTO yBeAuymBaeT cBo60aHY0
3Hepruto. Takum 06pa3om, 3To CoeguHeHME NPAKTUYECKM HepacTBOpPMMO B Boge. CumBon & o6o3HavaeT nap-
LMabHbIN OTpULLATENbHbIN 3apag, a 87 — napLumanbHbii NONOKUTENbHBIN 3apag. MonspHbIe aTOMbl NOKa3aHbI
LiBETOM, HEeMosisipHbIe rpynnbl cepeble.

9HEPTeTHYECKH HEBBITOHO, JIMIHU/IbI CTPEMSTCS PEOPTaHU30BATHCS TaKUM 06pa3oM,
4T06bl yOparh cBoGoaHyto Tpanuily. (IIpu GOJIBIINX pa3pbiBaX B 3YKaPHOTHYECKHX
IJTa3MATHYECKUX MeMOPAHAX BOCCTAHOBJIEHHE ITPOUCXO/UT MY TEM CJMSHUS ¢ MeMOPAHOI
BHYTPUKJIETOYHBIX BE3UKYJI.) 3arper cBOOGOAHBIX TPAHUI] NMEET Ba)KHBIE MOCIIEICTBUS:
e/IMHCTBEHHDBIM CIOCOO0OM MX M306eXKaThb SBJISAETCS 3aMbIKaHUe OUCJIO0S caMoro Ha ceOst
st (pOpMUPOBaHUS 3aKPbITOTO KoMiaptMenTa (puc. 10.8). 1o yauBuTenbHOe moBe/e-
HUe, JiesKalee B OCHOBE JKM3HN KJIETKH, HAPAMYTo cJietyeT n3 popMbl 1 aMpuduIbHON
TIPUPOIBI MOTEKYJT (hochOTUITHIO0B.

cbopma nUNMaHON ynakoBKa NIMMUAHbIX

MOneKyIbl Morekyn _
ninuaHas
mMuuenna

Bojda -
NUNUAHbIA
oucnon

a) 6)

Puc. 10.7. YnakoBKa IMNUAHbIX MONEKYN B BOGHOM OKPYKeHUM. (a) KoHycoobpasHble AMNUAHbIE MONEKY/bI
(88epxy) obpasytoT MULENbI, TOTAA KaK LMAMHAPUYECKMe docdonmnuaHble Mosiekynbl (8HuU3y) obpasytoTt
6ucnou. (6) MonepeyHble cpesbl AMNUAHOW MULENbI U IUNUAHOTO BUcNoA. JIunuaHbie MONEKYNbI B BOAE
B 3aBMCMMOCTM OT CBOEMN GOPMbl CaMOMPOM3BOIbHO 06PA3YIOT OAHY M3 3TUX CTPYKTYP.
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Puc. 10.8. CnoHTaHHOe 3ambiKaHue docdonu- SHEPMETUYECKY HEBBIFOIHOE
nnaHoro 6ucnoa m d)OpMMpOBaHMe 3aKpbITOro COCTOSHUE
KOMNapTMeHTa. 3aMKHYTaA CTPYKTypa YCTOMYMBA,

NMOCKO/IbKY OHa He No3BoAsAeT rmapodo6HbIM yrieBo-

[0POAHBIM «XBOCTaM» B3aMMOZENCTBOBATL C BOZOM,

YTO sHepreTn4eCKkn HeBbIroO4HO.

\

nnockuin goocconunnaHbI GUCNoN,

JInnuaueiil 6ucsoil Takke o6J1aaer KPasA KOHTAKTMDYIOT ¢ BOAOI

JIPYTUMH CBOMCTBAMU, EJAONIMNMHU €ro
W/IeaTTbHOI CTPYKTYPOH /1711 06pa3oBaHms
KJIETOUHBIX MeMOpan. OHuM u3 HanboJee
BKHBIX SIBJSETCS €r0 TeKy4yecTb, KOTO-
pasg HeoOXoaMMa i MHOTUX (DYHKIHI
MeMOPaHBbI.

10.1.3. JlunngHbia 6ucnon — 310

ABYMEPHasA XKNAKoCTb 3aKpbITbIi KOMMAPTMEHT,

OxoJsio 1970 . nccnenoBaTesin Bep- 06pa3oBaHHbI hocthonmnuaHLIM
Bble OOHAPY’KWUJIU, YTO OT/EJbHBbIE JIH- bucnoem
MU/IHbIE MOJIEKYJIbI CITIOCOOHBI CBOGO/IHO
muddyHIMPOBaTh B IIpejiesiax JUMHIHOTO SHEPIETUYECKM BbIFOAHOE
oucsosd. CHadaja 5TO IOKasaaud Ha HC- COCTOAHVME
KYCCTBEHHBIX JIUIH/IHBIX 6uciosx. /IBa
TUTIA TIPENnapaToB ObLIM OYEHDb MOJIE3HbI s ATHX uccaenoBanuii: (1) 6uciaon B Gpopme
cepruecKiX Be3WKYJl, HA3bIBAIONIUXCS JUNOCOMAMU, JUAMETP KOTOPbIX M3MEHSEeTCS
oT 25 HM /10 1 MKM B 3aBHCHMOCTH OT TOTO, Kak ux nosaydarb (puc. 10.9); u (2) mwio-
cKue OUCJION, HOCAIME Ha3BaHWE YEPHBIX MeMOpaH n (hOPMUPYIONIMECS B OTBEPCTHI
Ha rpaHuile MeXx/y AByMs cocyaamu ¢ Bojoii (puc. 10.10).

[l m3MepeHust BUKEHUS OTIEJNbHBIX JIUTTHHBIX MOJIEKYJ M UX KOMIIOHEHTOB
MIPUMEHSIOT Pa3JInyHble METO/[bl. MOKHO, HAapuMep, TOIyYUTb JIUMHIHYIO MOJIEKYJTY,
K <«TOJIOBKE» KOTOPOI TpucoeinHeHa (JIyopeclieHTHasl MOJIeKyJla WM MaJieHbKas 4a-
cTula 30510Ta, U HAGMOAATh AN dy3nio oTAeabHbIX MosieKysT B MeMOpane. C apyroi
CTOPOHBI, MOXXHO MOJM(UIMPOBATL «TOJOBKY» JIUTHAA TaKUM 06pa3oM, 4ToObI OHA
HeCJIa «CIIMHOBYIO METKY», HAallpUMep HUTPOKCHIbHYIO rpymiy (>N—O), coaepskaityio
HeCIIAPEHHDIN AJIEKTPOH, Yell CIIIH CO3/IaeT TTapaMarHUTHbIN CUTHA. DTOT CUTHAJ MOKHO
3aperucTpUpOBaTh TPU MOMOIIM CIIEKTPOMETPA 3JIEKTPOHHOTO TapaMarHuTHOTO Pe3o-
Hanca (DIIP). (IIpuHIMIBI 3TOrO METOAa CXOAHBI ¢ npuHimnamu IMP, omicanHoro
B ruase 8.) M3 cexrpa IIIP MOKHO ONpeIenTb TPAEKTOPUIO ABIKEHUSA U OPUEHTAIITIO
CIMH-MeYeHoro Jmnu/a B 6uciaoe. Takoro poja mccaeoBaHus TTOKa3aiu, YTO MOJIEKY-
sl pocoTUIIIOB B NCKYCCTBEHHBIX OUCIIOSX OYEHb PEJIKO MUTPHUPYIOT U3 MOHOCJIOS
Ha OJTHOII CTOPOHE B MOHOCJION Ha JIPYToii. JTOT MPOIECC, N3BECTHBIN Kak «(Jrum-gJion
nepexo/», TPONUCXOANT IS KaXKJAOH OTIEJbHOH MOJIEKYJIbI peske, YeM pa3 B MecsIl.
O1HaKO XOJIECTEPUH SIBJISIETCS UCKIIOYEHUEM M3 9TOTO MPaBUJIA U IEPEXOIUT U3 OTHOTO
MOHOCJIOSI B IpYToil odeHb ObicTpo. C JApyToil CTOPOHDI, JIMMHU/IHBIE MOJIEKYJIbI JIETKO
MEHSIIOTCSI MeCTaMK CO CBOUMHU coceistMu ¢ npedesax monocsost (~107 pas B cexyH-
ny). B pesysbrare nporcxoaut Gbictpas Jatepaibhas auddysus ¢ koadduimeHToM
auddysun (D), pasabiv mpuMepro 108 eM2/c. 1o 03HaYaeT, uTO MOJEKYJIA JHUIN/IA



1078  Yactb IV. BHyTpeHHAA opraHn3auma KneTku

BOAda

BoAa

6) | |
a) ) 25 Hm

Puc. 10.9. J/lIunocombl. (a) dnekTpoHHas MMKpodoTorpadma HePUKCMPOBAHHbIX, HEOKPALIEHHbIX IMNUAHbIX
BE3UKY — IMNOCOM — B BoZe nocsie 6bICTPpOoi 3aMOpPO3KM Npu TeMnepaType }uaroro asora. (6) Cxema no-
nepeyYyHoro cpesa MasieHbKoM chepryecKkomn IMNocomMbl. JIMNOCOMBbI LUIMPOKO UCMO/b3YIOT B KaYeCcTBe MOAENbHbIX
MembpaH B IKCNepUMEHTaNbHbIX UcciesoBaHuax. (a, u3 P.Frederik and W. Hubert, Meth. Enzymol. 391: 431,
2005. C ntobesHoro paspeLueHus Elsevier.)

B cpenteM auddyHupyer Ha AauHy GOJbIIoNH GaKTepuasbHON KIeTKu (~2 MKM) TpH-
MepHO 32 1 cekyHay. DTH HCCAELOBAHUS TaKXKe [I0KA3ald, YTO JIMIMJHDbIE MOJIEKYJIbI
odeHb GBICTPO BPAIAIOTCS BIOJIb CBOEI VIMHHOI Oct 1 00/1a/1ai0T THOKUMIE YTJIEBOJJOPO/I-
HBIMU TlersiMi. KoMIbloTepHOe Mo/Ie/TMPOBaHre TIOKA3bIBAET, YTO JIUIH/THBIEC MOJIEKYTbI
B MeMOpaHaxX OYeHb HEYHNOPs/I0ueHbl I 00pasyioT B BOjie 10 06EUM CTOPOHAM OUCJIOS
HepaBHOMEpHbBIE TOBEPXHOCTH U3 PACTIONOKEHHBIX Ha PA3HOM PACCTOSHIH U TO-PA3HOMY
OPUEHTUPOBAHHBIX «TOJM0BOK> (puc. 10.11).

CxofHble nccae/JoBaHNs IBIKEHNS MEYEHBIX MOJIEKYJI JINTTHAIOB B N30ITPOBAHHBIX
GHOJIOTMYeCKIX MeMOpaHaX M XKUBBIX KJIETKAX MPUBEJIH K TAKUM >Ke Pe3yJbTaTaM, Kak

BoAa BoAa

NUNWAHBIA Bucnon (YepHasa MmembpaHa)

Puc. 10.10. MonepeyHblii cpe3 yepHoit MembpaHbl — UCKYCCTBEHHOTO IMNUAHOIO 6Ucnon. ITOT NNOCKUIA Burc-
IOV KayKeTCA YepPHbIM, KOraa oH GOpMMPYETCA B MasieHbKOM OTBEPCTUM B NEPErOPOAKE MEXKAY ABYMSA COCYAaMM
€ BoAoW. YepHble MeMbBpaHbl UCMO/b3YIOT A4/ U3MEPEHMSA MPOHMLAEMOCTU UCKYCCTBEHHbIX MeMBpaH.
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Puc. 10.11. NMoaBuKHOCTb Monekyn pochonmnuAaoe B UCKYCCTBEHHOM AunuMAHOM 6ucnoe. Komnbtotep
paccumTan NoNoKeHUe Kaxaoro atoma B mogenu 100 monekyn dpochatuamnxonnHa yepes 300 NUKOCEKYHA,
MOIEKYNAPHOW AUHAMUKN. Bnarofapa sTMm TeopeTyeckum pacyetam (Kotopsble B 1995 r. TpeboBanu Heaenb
3arpysKu npoLieccopa) NocTpoeHa MoAeNb IMMUAHOTO BUCN0SA, YUUTLIBAOLLAA MOYTH BCE U3MEPAEMbIE XapaK-
TEPUCTUKMN UCKYCCTBEHHDBIX IMNUAHBIX BUCN0EB, BKNIOUAA UX TO/ILLMHY, YACNO MOJIEKYN IMNUAOB Ha NAoWaAb
MembpaHbl, FyO6VHY NPOHUKHOBEHWUA BOAbI U HEPOBHOCTb NOBEPXHOCTU. OBpaTUTe BHUMAHMWE, YTO NpU A0-
CTaTOYHOM A/IMHE «XBOCTbI» B OA4HOM MOHOC/I0€ MOTYT B3aMMOZENCTBOBATb C «XBOCTaMWU» B Apyrom. (6) Pas-
JIMYHblE ABUKEHUA MONEKYbl AMnuaa B bucnoe. (a, ocHosaHo Ha S. W. Chui et al., Biophys. J. 69: 1230-1245,
1995. C ntobesHoro paspelueHns Biophysical Society.)

1 B CJTy9ae UCKYCCTBEHHBIX 6rcioeB. OHM MOKA3aJM, YTO JUMHHBIN KOMIIOHEHT GHOJIOTH-
YeCKUX MeMOPaH TIPE/ICTABIISET COO0H IBYMEPHYIO JKIIKOCTD, B KOTOPOH COCTABJISIONINE
ee MOJTEKYJTbI CBOGOTHO JIBIZKYTCS B JTAT€PATbHOM HampaBieHni. Kak 1 B MICKyCCTBEHHbBIX
OUCTOSTX, MOJIEKYJIBI JIUTIHOB OOBITHO OCTAIOTCS B OJJHOM MOHOCJIOE. JTO OTPAHUYEHUEe
co3aeT mpoOIeMsl Ut nX cuHTe3a. Mocho I/ IHbIE MOTEKYJIbI 06PA3YIOTCS TOJBKO
B OIHOM MOHOCJOe MeMOpaHbl, B OCHOBHOM, B IUTOILIA3MATUYECKOM MOHOCJIOE MeM-
OpaHbl SHIOMIAZMATIYECKOTO PeTHKyJIyMa. Ecan Gbl HE OfHA W3 CHHTE3MPOBAHHBIX
MOJIEKYJI He ObLIa CIOCOOHA JIOCTATOYHO GbICTPO MUTPUPOBATH B HEIIUTOILIA3MATHYECKUT
MOHOCJION, HOBBIN JIMIMUAHBIN OMCJI0I HEBO3MOKHO ObLIO ObI CHHTE3MPOBATh. JTa MPO-
6JsieMa periaeTcsi 0COObIM KJIACCOM TPAaHCMEeMOPAHHbBIX (PEPMEHTOB, HOCSIIUX HA3BAHUE
Mpancaokamopos Gocgoaunudos n KaTaauaupyonmx 6eicTpblii (aun-(aon nepexoz
docdomnmaoB 13 0AHOr0 MOHOCA0A B Apyroii (cM. B rmaBy 12).

10.1.4. TeKyuyecTb nUNnAHbIX GNCNoeB 3aBMCUT OT UX COCTaBa

TexydecTb KIeTOUYHBIX MeMOPaH JI0/DKHA TOYHO KOHTPOPOBATLCA. JDHEKTUBHOCTD
OITPE/IeIEHHBIX TIPOIECCOB MEMOPAHHOTO TPAHCIIOPTA U (PYHKITMOHNPOBAHMS (DEPMEHTOB,
HaIpUMep, CHIKAETCST, KOI/a B3KOCTb OUCIIOS UCKYCCTBEHHO YBEJIMUUBAIOT /10 3HAUCHHS,
IIPEBBIIIAOIIETO IIOPOTOBYIO BEJINYNHY.

TexydecTb MMUAHOTO GUCJIOS 3aBUCUT OT €TI0 COCTaBa M TeMIIepaTypbl, YTO ObLIO
MOKA3aHO B 9KCIIEPUMEHTaX HA MCKYCCTBEHHBIX OUCJI0SX. VIcKyccTBeHHbBIN GUCIION, co-
crosmuii u3 oguoro tuia ¢pocoMunuIoB, HepexoUT U3 KUAKOIO COCTOSHUSA B IByMEpHOE
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SKUIKOKPUCTALINYECKOe cocTosiHue (MM refib) IpH XapaKTepUCTHYECKOil TeMIepaType
3amep3anisi. Takoe M3MeHeHNe COCTOSTHUST HA3BIBAETCST (DA3068bIM NEPex00oM, 1 TeMIle-
paTypa, IpH KOTOPOM OH IIPOMCXOANT, HiKe (TO ecTh MeMOpaHy CTAaHOBHTCS CIIOMKHEe
3aMOPO3UTD ), €CJIN JUIHIbI COAEP/KAT KOPOTKIE MM HEHACHIIEHHbIE YTIEeBOIOPOIHDIE
ternu. Menbliast JJIMHA [IEIH MEIaeT YrIeBOJOPOAHBIM «XBOCTAM» B3aUMO/IENCTBOBATh
JIPYT C JIPYTOM Kak B IIpe/eJiaX OTHOrO MOHOCJIOS, TaK U B PA3HBIX MOHOCJIOsIX. [[BOII-
HbIE YUC-CBSI3H TPUBO/ISAT K 00PA30BAHUIO KUHKOB B YIJIEBOJAOPO/IHBIX IEISX, KOTOPbIE
[IPOTUBO/IEICTBYIOT IJIOTHOM YHAKOBKE JIMITU/IOB, MO3TOMY MeMOpaHa OCTAeTCsl JKUJIKOI
npu Gosee Huskux temneparypax (puc. 10.12). Bakrepun, ApoxKsKu U ApPyTHe Opra-
HU3MbI, TeMIepaTypa KOTOPbIX pPaBHA TEMIIEpAType OKPYKAIOIei Cpeiibl, HACTPOMIN
SKHPHOKHUC/IOTHBIN COCTaB CBOMX MeMOpaH TakuM 00pa3oM, 4ToObl IOAEP:KIBATIACH
[IPUMEPHO TIOCTOSIHHASL TeKyuecTh. Hanpumep, eciin teMieparypa maaer, KJIeTKU 3TUX
OpPraHu3MOB CHHTE3UPYIOT JKUPHbIE KUCJAOTHI ¢ GOJIBIIUM YUCJIOM JBOUHBIX YlUC-CBSI3€Ei
U TakuM 06pa3oM U36eraioT CHUYKEHUST TEKY4ecTd OUCI0sT, KOTOPasi B IPOTUBHOM CJTy4ae
[IPOU30IILIA Gbl TIOCJIE TTOXOJIOIAHYS.

XoJiectepuH peryJMpyer cBoiCTBa JUNUAHbIX Oucioes. [lpu cmernmBanuu ¢ doc-
honunugamu on ycunBaer 6apbepHble CBONCTBA JUITUIHOTO Guciost. OH BCTpanBaeTcst
B GHCJION TaKUM 00Pa30M, UTO €ro MU/IPOKCUIbHAS FPYIIIA OKA3bIBAETCST BOJU3H TOJISIPHBIX
«TOJIOBOK» (PoCOUITNIOB, a €ro JKECTKUE ILJIOCKUE CTEPOU/IHbIE KOJbIA B3aUMO/Iel-
CTBYIOT ¥ YAaCTHYHO MMMOOUJIU3YIOT YaCTU YIJIEBOAOPOHBIX IIeTiell, PacioiosKeHHbie
GJIM3Ke BCETO K MOJIAPHBIM «ros10BKaM» (eM. puc. 10.5). CHUKAs MOABUKHOCTD MEPBBIX
HeckonbKuX CH,-Tpymnin yrieBogopoaHbIx Heneii MoJieKy. 1 (hoc oo, X0aeCTepUH
JleJlaeT JIMIU/HBIN GUCIol B 3TOl o6sactu MeHee /1ehOpMUPYEMbBIM U, CJIE0BATETBHO,
YMEHBIIAET IPOHUIIAEMOCTD GHCIOS 17 MAJIbIX PACTBOPUMbIX B BojIe MoJieKy.1. HecMorpst
HA TO YTO XOJIECTEPUH YILJIOTHSIET YIIAKOBKY JIMIUJIOB B OHCJIOE, OH He jiesaeT MeMOpa-
HbI CKOJIbKO-HUOY/Ib MeHee TeKyuuMu. [Ipu BbICOKMX KOHIIEHTPAIUSIX, CBOUCTBEHHBIX
GOJIBIIMHCTBY TJIa3MAaTHYECKUX MeMOpaH 3YKapUOT, XOJIECTEPUH TAKIKE IPEIsITCTBYET
COMKEHMIO U KPUCTAIIU3AINK YTJIEBOAOPO/IHBIX IEIIElt.

B ra6mue 10.1 npexcraBied JMOUAHBIA COCTAB HECKOJbKUX OHOJOIMYECKUX
MeMG6pan. O6parute BHUMaHUe, 4T0 GaKTeprasbHbIe [1a3MaTHYeCKie MeMOPAHbI 4YacTo
COCTOSIT U3 OJIHOr0 OCHOBHOrO Tuia (ocdounuga 1 He COAepPKAT XOJeCTEPUHA; UX
MexaHn4yecKas YCTOWYMBOCTb YCUJIMBAETCA OKPYKAIOIIEH KJETKY KJIeTOYHOH CTeHKON
(em. puc. 11.8). ¥V apxeii ummabl 0ObIMHO COAEPKAT MPEHUIbHbIE e JIUHON 20—
25 yrJIeBOIOPO/IHBIX ATOMOB, a HE JKUPHbIE KUCJOTHI. [IpeHuibHbIe 1 JKUPHOKUCJIOTHBIE
e oAuHakoBo TuAPodo6HbI n ru6ku (eM. puc. 10.20,e). TakuM 06pa3oM, JHUIUIHBIE
6ucyion MOryT ObITb COCTaBJIEHbI M3 MOJIEKYJ, OOJIAJAIONINX CXOAHBIMU CBONUCTBAMH,
HO pasHOil XMMHUYeCcKol tpupooii. Ilinazmarnyeckue MeMOpaHbl GOJIBITMHCTBA JYKa-
PHOTUYECKUX KJIETOK 0ojiee pasHOOOPAa3Hbl, ueM MeMOpaHbl MPOKAapuoT u apxeii. OHu

————
—
—

Puc. 10.12. BansaHue ABOIHbIX Yuc-CBA3E Ha yrae-

BOAOPOAHbIE Lenu. [1BoliHble CBA3U MELLAIOT M0T-

HOW YNaKOoBKe Lienew, YTo AeNaeT IMnuaHbI bucnoi

bonee ycTolumBbIM K 3amopaknsaHuto. bonee Toro,

T T~ MOCKO/IbKY YI/1€BOA0POAHbIE LEenn HEHACBILWEHHbIX

HEHACBILLEHHbIE HACBILLEHHbIE NIMNUAOB pacCTaBNeHbl CU/IbHEE, codepiKallme ux

yrneBoaoOpOAHble Lienu, YIMEeBOAOPOAHbIE Lenu  UNUAHbIE BUCION TOHbLLE, Yem brcioun, 0bpas3oBaH-
“MetoLLMe Yuc-ABOHbIE CBA3N Hble UCKIOUYUTENIbHO M3 HACbIWEHHbIX *KUPOB.
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Ta6nauua 10.1. MpumepHbI AMNUAHBIN COCTaB Pa3INYHBIX KNETOYHbIX MeMbpaH

XonectepuH 17 23 22 3 6 0

Qocoatnpan-

3TaHONIAMUH 7 18 15 28 17 70

Qocdatngun- Cnenosble

cepviH 4 7 9 2 5 Konunye-

cTBa

Qocoatngun-

XOJVH 24 17 10 4 40 0

CouHromme-

JINH 19 18 8 0 5 0

Mukonunnabl 7 3 28 CnepoBble CnepoBble 0
KonuyecTtBa KonuyecTtBa

Opyruve nu-

nuabl 22 14 8 23 27 30

HE TOJIKO CO/IepKaT GOJIbIIOE KOJIMYECTBO XOJIECTEPUHA, HO U COCTOSIT U3 CMECH Pas-
JIMYHBIX (HOCGOIUITUIOB.

Macc-criekrpoMeTpuyecKkuii aHan3 MeMOPAHHbBIX JIMINIOB TTOKA3aJl, Y4TO JIUITHU/IHBIIT
COCTaB TUIMYHON KJIETOYHOI MeMOPaHbI 3HAYNTENbHO CJI0XKHee, yeM mnpesmnosaarai. Co-
[JIACHO 3TUM Hccaea0BanusaM, MeMOpanbl coctosT 13 500—1000 pasamuHbIX BUIOB JIMITH/IOB.
C o/1HOI1 CTOPOHDI, TaKOE PA3HOOGPA3UE OTPAXKAET PA3IMUHbIE KOMOMHAIMN TOJIOBHBIX TPYIII,
JUIMHBI YTJIEBOIOPO/IHBIX «XBOCTOB» M HACBIIIIEHHOCTH OCHOBHBIX KJIACCOB JIMITH/IOB, HO MEM-
OpaHbl TaK¥Ke COJIePKAT MHOMKECTBO CTPYKTYPHO OYEHb HENOXO0KUX MUHOPHBIX JIUITHIOB,
13 KOTOPDBIX 0 KpaiiHeil Mepe YacTb BBIIOJIHSET 04eHb BaskHble DYHKIUYN. HHO3UmMOIbHbIE
Gochosunudot, HapuMep, COMEPIKATCS B OY€Hb MATBIX KOJMYECTBAX, HO UTPAIOT KITIOYEBYIO
POJIb B MeMOPaHHOM TPAHCIIOPTE M CHTHAMM3AIMK KJAETOK (9TH IPOIecchl 06CYKAAI0TCS
B raasax 13 1 15 coorBercTBeHHO). VIX JIOKa/IbHbIE CHHTE3 1 PacIia/l PEryIUPYIOTCs GOJIbIIIM
qucsioM (hepMEHTOB, KOTOPbIE KAK CUHTE3UPYIOT MaJleHbKUE BHY TPUKJIETOYHbIE CUTHAJIBHbIE
MOJIEKYJIbI, TaK U 00Pa3yIoT JIMMU/HbIE CANTHI JJOKUHIa HA MeMOpaHaX, KOTOpbIE, KaK Mbl
00CyIUM TI03:K€, CBSI3BIBAIOT OIpe/ieJieHHbIe OEIKH IIUTO30JIs.

10.1.5. HecmoTps Ha TeKyuecTb, nMnugHble 6ucnon cnoco6Hbl o6paso-
BbIBaTb JOMEHbI Pa3HOro coctaBa

[TockoabKy JIMMUAHBIT GUCJIOI TIpe/ICTaBIIsIeT cOO0I IBYMEPHYIO JKUIKOCTD, MOYKHO
[IPE/TIONOKUTD, YTO GOJBIIMHCTBO TUIIOB MOJIEKY.JI JIMITU/IOB PACIIPE/IeJIEHbI PABHOMEPHO
B MoHOCJI0€. BaH-/1ep-BaaibCOBbI CUJIbI IPUTSKEHUST MESK/LY COCETHUME YIJIEBOIOPO/HbI-
MU «XBOCTaMU» HEJIOCTATOUYHO CEJIEKTUBHBI JIJIsl TOTO, 4TOObI yaep:kuBarh hocdourm/-
Hble MOJieKyJibl BMecte. OIHAKO B ONPEIEIEHHBIX CMECSIX JIMITUIOB PA3JINYHbIE JIUITU/IbI
MOTYyT BPEMEHHO COJIMKATBCS, CO3/[aBasi IMHAMUYECKYIO MO3AuKy J0MeHOB. B uckyc-
CTBEHHDIX JIMITUIHBIX OUCJI0SIX, cOCTaBieHHbIX 13 hocdaruauaxosuna, cpuHroMuennia
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a) L1 6 L1
10 MKm 5 MKm
Puc. 10.13. SlatepanbHoe pasgeneHue ¢a3s B UCKYCCTBEHHbIX IMNUAHbIX 6UCN0AX. (a) TMraHTCKME IMNOCOMBI,
nonyyaemble u3 1:1 cmecu dochatmanaxonnHa v chUHromuenvHa, 0bpasytoT paBHOMEpPHbIe BUCIOU, TOraa Kak
(6) nMnocombl, nony4yaemble n3 1:1:1 cmecu pocdaTnannxonmHa, chUHrommennHa U xonectepuHa, obpasytor
6ucnon ¢ AByMs HecMeLumBatoLwmmmucs daszamu. JIMNOCOMbI OKpPaLLEHbI C/IeA0BbIMU KONMYecTBaMu Gpayopec-
LleHTHOTO KpacuTens, KOTOPbIV NPOHUKAET TONbKO B 0AHY U3 $as3. CpegHuii pasmep AOMeHOB, 0bpasytoLLmxca
B TaKMX T’MraHTCKMX UCKYCCTBEHHBIX IMMOCOMAX, 3HaUUTE/IbHO BOJIbLLE, YeM B BUONOTMYECKUX MEMBPaHaX, rae
padTbl MOTYT UMETb BCETO HECKO/IbKO HAHOMETPOB B AnameTpe. (a, u3 N. Kahya et al., J. Struct. Biol. 147:77-89,
2004. C ntobesHoro paspeLueHus Elsevier; 6, c ntobesHoro paspeluerus Petra Schwille.)

U XOJIECTEPUHA, BaH-/IEP-Baa/IbCOBbI B3AUMOIEHCTBUS MEX/TY JTMHHBIME HACHIIEHHBIMU
YTJIEBOZIOPOHBIMU TIEMSIMU MOJIEKYJT C(PUHTOMEEIMHA MOTYT ObITh IOCTATOYHO CUTBHBIMHE,
4TOGBI COCE/IHUE MOJIEKYJIbl BpEMEHHO yaepkuBaiuch svecre (puc. 10.13).

Yuetnbie 00 CHOPUIIN, MOTYT JI MOJIEKYJIbI JIMITUIOB B IJIA3MATUYECKUX MeMOpa-
HaX JKMBOTHBIX KJIETOK BPEMEHHO 06PA30BbIBATH CIIEIUAIN3UPOBAHHbIE IOMEHbI, HOCSIIINE
HasBaHue JUIMAHbIX padToB (arza. raft — mior). OupeneseHnble CreuaTi3nPOBAHHbIE
00J1aCTH TIa3MaTHYECKOI MeMOPaHbI, HAIPUMED KABEO0Ibl, YIACTBYIOIIIE B SH/IOIUTO3€
(cM. rnaBy 13), o6oramensl c(OUHTOMIUIAAME 1 XoJ1ecTepruHoM. CunTaercst, 4To Cremm-
(buueckue Gesiku, cobupaioniuecsi B KaBeoJiax, IOMOTAIOT CTaOUIM3UPOBATh 3TU PAThI.
[TockosibKy yrieBoOpO/iHbIE Tleni COUHTONUINI/IOB JJINHHEE U MpsiMee, YeM Yy JPYTuX
MeMOpaHHbIX JUIUIOB, padThl TO/IIIE, YeM ocTaabHOl 6ucoi (eM. puc. 10.12), 1 myumnre
VAEPKUBAIOT onpe/eenHble MeMOpanubie Genku (puc. 10.14). Takum o6pasoM, JaTe-
paJjibHOe pasziesienne OeJKOB U JIUIUI0B B padTax, B IPUHIIUIIE, T0JIKHO ObITh B3AUMHO
CTaOWIU3UPYIONUM TIpoiieccoM. Jlutuinbie padTbl MOIyT CIIOCOGCTBOBATH OPraHU3aIuu
MeMOPaHHbIX OEJKOB, MO0 KOHIIEHTPUPYSI UX [IJIsI TPAHCIIOPTA B MEMOPAHHBIX BE3UKYJIAX
(cM. rmaBy 13), 60 paGoTast COBMECTHO B CKOILIEHHSX GEJIKOB, Kak ObIBaeT, HAIPUMep,
KOI'/Ia OHH NEPEBOJAAT BHEKJIETOUHDIH CHTHAI BO BHYTPHKJAeTOUHbIA (cM. rmaBy 15).

10.1.6. KnposBbie Kanan oKpy»KeHbl MOHOcNioeMm pochaTngnnxonmHa

BoabImHCTBO KII€TOK 3anacaiorT U3ObITOK JIMIHJIOB B 3KUPOBBIX KaILISX, OTKY/Q
X MOKHO M3BJI€YD JIJIST UICTIOIb30BAHUST B KAYECTBE CTPOUTENTBbHBIX OJIOKOB TIPU CUHTE3e
MeMOpaH WM B Ka4ecTBe UCTOYHUKA TN, KUPOBbIe KIETKH, KOTOPbIE TaKKe WHOT/IA
Ha3bIBAIOT A[UIOIUTAMK, CIEUAIN3NPYIOTCA Ha 3amacaHun kupos (cM. puc. 14.34).
Onu cofiepsratr GOJIbIIIOE YUCTO KPYITHBIX JKUPOBBIX Karesb, U3 KOTOPLIX MO HEOOXO-
JINMOCTH MOKHO OCBOGOJIUTH KUPHBIE KUCJIOTBI M TPAHCIIOPTUPOBATD MX TI0 KPOBSHOMY
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Puc. 10.14. BansHue aunugHbIx padpToB Ha UCKYCCTBEHHbIE AMNUAHbIE 6ucnoun. (a) MonyyeHHbIN NPY MOMOLLM
ATOMHO-CMI0BOM MMKPOCKOMMU NPOodUIb NOBEPXHOCTU UCKYCCTBEHHOTO BUCN0A, coaeprKallero NMMnuaHble
padTbl. ObpaTUTE BHMUMAHME, YTO 0b1acTK PadToB, MOKA3AHHbIE OPAHMEBLIM, TOJILLE, YEM OCTA/IbHOM BUC-
JIOM; KaK 1 Ha pucyHKe 10.13, padTbl cogepKaT B OCHOBHOM COUHIOMMENVH M XonecTepuH. OcTpble deamele
MUKW — 3TO MONIEKY/bI 6ENKOB, CBA3AHHbIE C BUCIoeM rMKo3undochaTUANAMHO3UTONBbHBIM (GPI) «sikopem»
(nokasaHHbIM Ha pucyHKe 10.19, npumep 6) 1 KOHLEHTpUpPYIoLLMecs B 061acTu padTos. (6) Cuntaertca, uto 6na-
ropapa ceoelt 6o/blUen ToNLWMHE U IMNUAHOMY cOCTaBy padTbl CNOCOOHbI KOHLEHTPUPOBATL ONpeaeneHHble
memMbpaHHble 6enkun (memHo-3enensie). (a, us D. E.Saslowsky et al., J. Biol. Chem. 277: 26966—26970, 2002.
C ntobesHoro paspelieHna American Society of Biochemistry and Molecular Biology.)

PyCIy B PYTHeE KIETKHU. B JKUPOBBIX KAIISIX XPAHITCS HEUTPATbHbBIE JKUPBI, HATIPUMED
TPUATUITIUIEPUIBI U CJOKHDBIE 3(DUPBI XOJIECTEPUHA, KOTOPbIE CHHTE3UPYIOTCS (ep-
MEHTaMU 3 SKUPHBIX KUCJIOT M XOJeCTEPHHA B MeMOpaHe SHIOMIA3MATUYECKOTO PETH-
Kysayma. TTOCKOJIbKY 9TH JIUTH/IBI He HeCYT THAPOMUIBHBIX «TOJIOBOK», OHU TIOJHOCTHIO
ruipodo6HbI 1 (POPMUPYIOT TPEXMepHbIE Kalliu, a He GUCJION.

JKupoBble Karmm — 9T0 yHUKAJIbHbIE OPTAHEJIBI, MOTOMY YTO OHH OKPY>KEHbI
€/IMHCTBEHHBIM MOHOCJI0eM (pochoUIII/I0B, Co/IepKaINM GOJILINOE KOJTMYECTBO GETKOB.
Hexkotopbie 13 aTnx GEKOB TIPEJCTABJSIOT cO60i (DePMEHTDI, Y4acTBYIONIME B MeTa-
60su3Me KUPOB, HO (PYHKIMU GOJILITMHCTBA HEU3BECTHLI. Ec/M KJIEeTKY TOJABEPTHYTH
JIEUCTBUIO BBICOKMX KOHIIEHTPAIMI JKUPHBIX KUCJIOT, KUPOBbIE KA (hOPMUPYIOTCS
odyeHb GbicTpo. OHEM 06pa3yIOTCs M3 OT/JEJNbHBIX ob6JacTeil MeMOPaHbI HH/IOIIA3MATH-
YEeCKOrO PETHKYJIyMa, T/ie KOHIIEHTPUPYIOTCS MHOTHE (hepMEHThI MeTab0IN3Ma JKIPOB.
Ha puc. 10.15 nokazana ogHa u3 Mojeneil (HOPMUPOBAHUST JKUPOBBIX KalleJib U OKPY-
JKAIOIEro UX MOHOCJOsT (hocoUIUIOB U GEKOB.

10.1.7. AcummeTpua nunugHoro 6ucnosa Heo6xoguma ans ero pyHkK-
LMOHMPOBaAHMNA

Bo mMuOrmx mem6panax MOHOCJIOU JIMITUIHOTO GUCJIOS 3HAYMTEBHO PA3IMYAIOTCS
1o JIMIUAHOMY cocraBy. Harmpumep, B MeMOpaHe KpacHOW KJETKH KPOBHU 4YeJioBe-
Ka moutu Bce (hochOMUMUAHBIE MOJEKYJbI, COAEPKAIlie B CBOEH <«TOJOBKE» XOJIMH
(CH,);N*CH,CH,OH (docdarnamixoms n chuHroMuesns ), pacio/iosKeHbl BO BHEIII-
HEM MOHOCJIOE, TOT/Ia KAaK TIOYTU BCE JIMITU/IbI, COJIEPIKAIIUE B FOJIOBKE TEPMUHAILHYIO
npocrefinryio amunorpymry (docdaruammsranosamut 1 HocdaTuanICepUuH), CKOH-
HEHTPUPOBaHbl BO BHyTpeHHeM MoHocaoe (puc. 10.16). ITocKoIbKy OTpHIIATENbHO 3a-
pPsDReHHbIH (pocdaTunIcepH pPacioosKeH BO BHYTPEHHEM MOHOCJOE, MEXKIY ABYMS
HOJIOBUHAMU OHCJIOST TOJJIEPIKUBAETCS 3HAUYUTEIbHAST pasHulla B 3apsje. B riase 12
Mbl OOCY/IMM, KaK CBSI3aHHbIe ¢ MeMOPaHOI TpaHCJ0KATOPbI (PochonnmIoB CO3/a10T
U [O/YIEP’KUBAIOT AaCUMMETPUIO JIMIIUHOTO COCTABA.
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TpUauMnmuueponsi
1 3bMpbl XonecTepuHa

ochonnnuaHbIn
MOHOCOMN

/

_ \/

cBsA3aHHble Genku
dochonnnaHbIn I:
6ucnon

aHAoNNasMaTu4eckum PETUKYNyMm

Puc. 10.15. Mopgenb 06pa3oBaHuA IMNUAHDBIX Kanesib. HelTpanbHble MNuAbl PacnoNoXKeHbl MeXAY MeM-
6paHamMm 3HA0NNA3MATUHECKOTO PeTUKYIYyMa. OHKM 06pa3ytoT TPEXMEPHYHO Kansito, KOTopas OTNOYKOBbIBAETCA
OT 9HJ0MNNA3MaTUYECKOTO PETUKYNIYMA U CTAaHOBUTCA OTAENbHOM OpPraHeNon, OKPYKEHHOW eANHCTBEHHbIM
MoHoc0em GochoNMNUA0B 1 CBA3AHHbIX C HUMM 6enKkoB. (AaanTuposaHo 13 S. Martin and R. G. Parton, Nat.
Rev. Mol. Cell Biol. 7: 373—-378, 2006. C ntobe3Horo paspelueHnsa nsgatenncrsa Macmillan Publishers Ltd.)

Jlununas acummerpust (pyHKIIMOHATBHO BAYKHA, OCOOEHHO /115t TPaHCOpPMAIIUK BHE-
KJIETOYHBIX CUTHAJIOB BO BHyTpuUKJAeTouHbIe (cM. T1aBy 15). MHOrMe muroniasMarnieckue
GeJIKM CBSI3BIBAIOTCS C OIIPEIETEHHBIMI «TOJIOBKAMU» JIMIIHAOB B IIUTOILIA3MATHYECKOM
MoHOCT0e JumuAHoro Guciost. Mepment npomeunkunasa C (Protein Kinase C, PKC),
HAIPUMEP, AKTUBUPYETCS B OTBET HA PA3JIMUHbIE BHEKIETOUHbIE CUTHAMBI. OHA CBSA3bIBAETCS
C I[TOILIA3MATIHYECKON TOBEPXHOCTHIO IIA3MATHIECKOI MEMOPAHbI, T/1€ CKOHI[EHTPUPOBAH
OTPUIATENBHO 3apsuKeHHbIil hocdarupuniceprt, He0OOXOAUMBDIIL JIJIs1 €€ AKTUBHOCTH.

B apyrux ciyuasix JUIUIHBIE «TOJIOBKUY» CHAYATA IOJIKHBI ObITh MOI(UIITPOBA-
HBI JIJIsI CO3/IaHNUsI B ONPEIEIEHHOM MEeCTe U B OIIPee/JeHHOEe BPEMsI CaliTOB CBsSI3bIBAHMS
6enkoB. Dochamuduruno3umo.i, HapuMep, SBISETCS OJHUM U3 MUHOPHBIX JIUTHIOB,
KOHIIEHTPUPYIOIIUXCS B IIUTOILIA3MATUYECKOM MOHOCJIOE KJIETOYHbIX MeMOpaH. Paszd-
HbI€e JIMIUAKUHA3BI MOTYT 0GB (hocdaTHyIO TPYIILY B ONPE/Ie/CHHbIE MOJOMKEHMSI
MHO3UTOJIBHOTO KOJIbIIA, CO3/[aBasi CANThI CBS3BIBAHMS OIPE/IETEHHBIX ITUTOILIa3MaTIYe-
cKuxX 6esiKoB ¢ MeMOpanoii. OHuM u3 HanboJiee BaKHbIX IIPUMEPOB TAKUX JIMITHIKIHAS

BHEKJIETOYHOE MNMPOCTPAHCTBO

LIMTO30J1b

Puc. 10.16. AcummeTpuuHoe pacnpegeneHne ¢pochonmnuaos v MUKOAUMNUAOB B IMNUAHOM bucnoe Kpac-
HOI KNEeTKU KPoBU YenoBekKa. LiseTa «ronosok» pochonnnuaos cootserctaytoT puc. 10.3. Mnukoamnuabl
n306parkeHbl C AOMNONHUTENbHBIMU LLIECTUYTONbHBIMU NONSPHBIMU «TONI0BKaMu» (20s1y6ble). CYMTALOT, YT
XonecTepuH (He NoKasaH) pacrnpeseneH no MOHOCI0SM MPUMEPHO OAMHAKOBO.
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sBasiercst hocghounozumud-3-kunaza (Phosphoinositide-3-kinase, PI 3-xunasa), xkoropas
AKTUBUPYETCS] B OTBET HA BHEKJETOUHbIE CUTHAJIbI U CIIOCOOCTBYET MUTPALUU OIPE/Ie-
JIEHHBIX BHYTPHUKJETOUHBIX CUTHAJBHBIX OEJKOB K IUTOILIA3MATUYECKON MOBEPXHOCTU
iasMariieckoii Mem6panbl (puc. 10.17, a). Cxopubie JunmugKkuHaszbl HochOPUIUPYIOT
MHO3UTOJIbHbIE (POCHOTUITU/IBI BO BHYTPUKJIETOYHBIX MEMOpAHAX U TAKUM 0OPA30OM CIIO-
cOOCTBYIOT MUrpaiyu GeJIKOB, YIPABJSIONIUX MEMOPAHHBIM TPAHCIIOPTOM.

CyiectByet erie ot crioco6 TpancdopMaliuy BHEKJIETOYHOTO CUIHAJMA BO BHY-
TPUKJIeTOUHbIN ¢ yuactueM docdoaunuaos. [lnazmarnueckas MeMOpaHa COAEPIKUT
pasmaHbIe PoCchouna3vl, KOTOPbie AKTUBUPYIOTCS BHEKJIETOUHBIMI CUTHAJIAMHI U Pac-
MIETIIIOT oTpe/eneHuble (dhochomumuaabie MOJEKYJIbI, co3aaBasd (parMeHTbl 3TUX
MOJIEKYJI, JIEHCTBYIOIIIE B KAUECTBE KOPOTKOKUBYIIIX BHYTPUKJIETOUHBIX MEUATOPOB.
Dochoaunasa C, manpuMep, pacIIeTigeT WHO3UTOMBHBIH (HOCHOINTI B IIUTOTIA3-
MATUYECKOM MOHOCJIOE TIa3MaTUIecKoil MeMOpaHbl ¢ o6pazoBaHueM ABYX (hparMeHTos,
OJINH 13 KOTOPBIX OCTaeTcsi B MeMOpaHe U CrliocOOCTBYET aKTUBaIuK 1poTenHkuHasbl C,
a IPYTOil BBIXOAUT B IIMTO30/Ib U BbI3bIBAeT BbICBOOOKAeHue Ca?™ u3 sHpomIasMarmye-
ckoro perukyayma (puc. 10.17,6 u ).

JKuBoTHBIE NCTOMB3YIOT POCHONUITIIHYIO ACUMMETPHIO MJIA3MAaTHIeCKIX MeMOpaH
JIUIST TOTO, 9TOOBI OTJIMYATh JKUBbIE KJIETKU OT MepTBhIX. Korjga *KUBOTHAS KJIeTKa Ipe-
Tepresaer anonto3 (BUA 3alpOrpaMMHPOBAHHOI KJIETOYHOH CMepTH, 00CYKIaeMblii
B raase 18), docdarnauicepus, KOTOPbIii OGBIYHO COAEPKUTCS B IUTOIIA3MATHYECKOM
MOHOCJIOE JIUIUTHOTO OUCTIOSN TIA3MATUIeCKON MeMOPaHbl, GbICTPO TEPEXOIUT BO BHEII-
Huit MoHocsol. Docdarnaicepud Ha BHEITHEH TTOBEPXHOCTU KJIETKU CUTHATH3UPYET
COCE/IHUM KJIeTKaM, HarpuMep MakpodaraM, 4to 3Ty KJETKY HY3KHO (haroiuTHpoBaTh
u niepeBaputh. CunTaeTcs, 9To TpaHcIoKaIms hocdaTuIIcCepPIHA B AaTIONTO3HBIX KJIETKAX
MIPOTEKAET TO IBYM MeXaHW3MaM:

1. Tpancmokatop ¢gocdoauniaoB, KOTOPLII B HOpMe TPAHCIOPTUPYET 3TOT JIATU
U3 HEIUTOIIA3MATUIECKOTO MOHOCION B IUTOILIA3MATHYECKIIT, HHAKTUBUPYETCS.

2. Akrusupyercs depment ckpamOiasa (awes. scramblase), kotopas Hecneruduye-
cku nieperocut hocdoauuIbl B 060UX HAMPABJEHUSX U3 OJHOTO MOHOCJIOS B JIPYTOIA.

10.1.8. Mukonunuabl pacnonoeHbl Ha NOBEPXHOCTN BCEX NNa3maTh-
YyecKknx membpaH

Cojepsrariye caxapa MOJIEKYJIbI JIUMIOB — TJIMKOJUIUABI — B GOJIBIIIOM KOJIU-
YecTBe NMEIOTCS B HEIUTOIIA3MATHYECKOM MOHOCJIOE JINTH/THOTO OGUCJIOS, M MX pactipe-
Jlesierre B MeMOpane KpaiiHe acHMMETPUYHO. B JKIBOTHBIX KJIETKaX OHU CHHTE3UPYIOTCS
13 cPUHTO3MHA, KaK 11 CDUHTOMHUEJITH. JTH MHTEPECHBIE MOJIEKYJIbI CTPEMSTCS CBA3aThCS
JIPYT C IpyTOM YaCTUYHO IIOCPEJCTBOM BOJOPO/HBIX CBsI3eH MexKy MX caxapaMy, 4a-
CTUYHO 32 CYeT BaH-/lep-BaaIbCOBBIX B3aUMO/IEHCTBUI MEX/1y UX JVIMHHBIMU U IPSIMbIMU
VTJIEBOJIOPOJIHBIMU TeTsiMU. [JTHKOMITH/IBI yacTo oOpasyioT Jjunu/abie padror. [Tpu-
YMHOI aCUMMETPUYHOTO PACTIpe/IeIeHIsT TINKOJUINI0B B GUCJIOe SBIISETCST JOOABIEHNE
YIJIEBOJHBIX TPYII K JIMIN/JHBIM MOJIeKyJdaM B JioMeHe ammnaparta losbsku. Takum
00pa3oM, KOMITAPTMEHT, B KOTOPOM OHU CHHTE3UPYIOTCS, TONOJOTMYECKH JKBUBAJIEH-
TeH BHeNIHeMy OKpyskeHuto kjaerku (cm. rmaBy 12). ITocie NOCTaBKU TJIMKOJIMIINIOB
B IJIA3MATUYECKYT0 MeEMOPAHY UX YTJIEBOJHBIE TPYIIITbI PACHIOIATAIOTCS HA TOBEPXHOCTH
kierku (em. puc. 10.16), re OHE UTPAIOT BaXKHYIO POJIb BO B3aUMOJEHCTBUM KJIETKH
C €e OKPY/KeHUEeM.

[Mo-BuzmMoMy, TJIMKOJUIHIBI COAEPIKATCS BO BCEX IJIA3MATHYECKHX MeMOpaHax
JKIBOTHBIX KJIETOK, T/I€ OHH COCTABJISTIOT TIPUMEPHO 5 Yo BCEX JIMTHHBIX MOJIEKYJT BHEIII-
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Hero MoHocsiost. OHM TaKKe BCTPEYAIOTCS] B HEKOTOPBIX BHYTPUKJIETOYHBIX MEMOpaHaX.
Hawubosee cioskuble TMKOIUINIbI, TAHIIHO3UIbI, COIEPKAT OJIUTOCAXAPUIBI C OJHUM
WJTH HECKOJIbKMMU OCTaTKAMU CHAJIOBOM KUCJIOTBI, 32 CUET KOTOPOU FaHTINO3K/IbI TPUOG-
peTaoT oTpuIaTebHbIi cymMapHbiil 3apsaz (puc. 10.18). Boblue Beero ranrmosuios,
KOTOPbBIX HA JJaHHbII MOMeHT ujienTuduiinpoBano 6osee 40 pasiuuHbIX BUIOB, COIEPKUT-
CS B TUTa3MATHYECKNX MeMOpaHaX HEPBHBIX KJIETOK, T/e OHU cocTaBisior 5—10% Beeit
MAacChl JIMIU/IOB; OHU TAKKe BCTPEUAIOTCS, HO B 3HAYMTEJIbHO MEHBIINX KOJUYECTBAX,
U B IPYTUX THUTAX KJETOK.

Ha ¢ysaxmmm rimkognnmoB yKa3biBaeT X pacroJioXkeHne. B masmarnueckoit
MeMOpaHe AMUTETUATBHbIX KJIETOK, HAPUMED, TJIMKOJUII/IbI COJIEPKATCS TOJBKO HA BbI-
CTaBJIEHHOI HAPY:Ky alMKAJIbHON TOBEPXHOCTH, TJI€ OHHU, TIO-BUAMMOMY, MOMOTaiOT
3aluIIaTh MeMGpaHy OT 4acTo HaGII0MaeMbIX TaM HeOIaroNpHsATHBIX YCA0BUil (Takmx
Kak HU3KKiI pH 1 BBICOKHE KOHIIEHTPAIMK JeCTPYKTHBHBIX (DEPMEHTOB). 3apsiKeHHbIE
[JIUKOJIUIIN/IbI, HAITPUMED TAHTJIHO3UIbl, MOTYT ObITb Ba)KHBI 32 CUET MX IJIEKTPUIECKUX
CBOWCTB: WX IPUCYTCTBUE M3MEHSIET 3JIEKTPUUECKOE T10Jie MeEMOPAHbI U KOHIIEHTPAIUN
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Puc. 10.18. MoneKkynbl rnkonunuaos. (a) Manakrouepebposns HasbIBaAOT HelimpPanbHbIM 2AUKOAUMUOOM,
NoTOMY YTO caxap, GOPMUPYIOLLMI er0 «TONOBKY», He 3apsKeH. (6) MaHMNo3na Bcerga coaepKmT OauH UK He-
CKO/IbKO OTPMLATENIbHO 3aPAMKEHHDbIX OCTATKOB CMANIOBOM KMC/OTbI (TakKe Ha3biBaemoi N-aueTuaHeipammnHoBom
KucnoToi, aHen. N-acetylneuraminic acid, NANA), cTpyKTypa KoTopoi nsobpaskeHa Ha (B). Toraa Kak y baktepuii
1 PacTeHMI NOYTU BCE INIMKONUMUABI CUHTE3NPYIOTCA U3 MULLEPUHA, KaK M 601bLIMHCTBO GOCHONNNUAOB, B KMUBOT-
HbIX KNeTKax NoYTH BCE MUKOAMUNUAbI B CBOEM OCHOBE MMEIT COUHTO3MH, KaK U chnHrommenuH (cm. puc. 10.3).
Gal — ranakTo3a, Glc — rntoko3a, GalNAc — N-aLeTUAranakTo3aMmH; 3T TPU Caxapa He 3aPANKEHbI.
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HOHOB, ocoberno Ca?", B6m3u ee nopepxHOCTH. TaKyKe MPe/IIoIaraioT, YTo [IMKOJIUIIN-
JIbl YY4aCTBYIOT B TIPOIIECCE KJIETOYHOTO Y3HABAHUS, KOT/IA IPUKPEILIEHHbIE K MeMOpatie
CBSAZBIBAIOIINE YIJIEBOABI OeKK (IeKmuHbL) CBA3BIBAIOTCSA C YIJIEBOAHBIMU IPYIIIAME KaK
[JIMKOJIMIIU/IOB, TaK M TJIMKOIIPOTEMHOB NpH aare3un Kaetok (cM. rmasy 19). Oanaxo,
KaK HU YJIUBUTEJbHO, B MyTaHTHBIX MbIIIAX, JUIIEHHBIX BCEX CJIOKHBIX FAHTINO3K/IOB,
He HaOMIOJAI0T OYEBU/IHBIX ITATOJIOTHIL, XOTS CaMIlbl HE CIIOCOGHBI HOPMAJIbHO TPaHC-
MOPTUPOBATH TECTOCTEPOH B SIMYKU U TIOITOMY CTEPHJIbHbI.

Bue 3aBucuMocTi OT UX HOPMAIbHON (PYHKIIMU, HEKOTOPbIE TIMKOJUIU/IBI TI03BO-
JISTIOT OIIPE/IEIEHHbIM OaKTePUAIbHBIM TOKCUHAM IMPOHUKHYTh B KJIeTKYy. lanrsmosuj
Gy (em. puc. 10.18), mampumep, AeficTByeT Ha IMOBEPXHOCTH KJIETKH KaK PELEITOP
6aKTEepUATIbHOIO TOKCHHA, BI3BIBAIOIIETO UCTOIIAOIIYIO AUAPEIo Iipu XoJiepe. X0oJepHbIit
TOKCHH CBSI3BIBAETCS C TeMU KjeTKaMu (M IIPOHHMKAeT TOJIbKO B HUX), KOTOPbIE HECYT
Ha cBoeil mosepxHocTu Gy, HaIpPUMEpP C SIUTENIHATbHBIMU KIETKaMU 3KeJIy0YHO-
KHIIEYHOTO TPakTa. Ero BXO/ B KJETKY IPUBOJAUT K MPOIOJIKUTETBHOMY YBEJINUEHUIO
KOHIIEHTPAIUK BHYTPUKJIETOYHOIO IMKInYeckoro AMP (em. TJIaBy 15), 4TO, B CBOIO
ouepe/ib, BbI3biBaeT BbIGpoc Na* 1 Bo/bI B KUIIEYHIK.

3akKnouyeHve

Buonozuueckue membpanvt cocmosm u3 HenpepuieHozo 080UH020 CA0SE TUNUO-
HOIX MOJIEKYJ, 8 KOMOPbILl 6CMpoeHbl beaxu. Imom Iunuonvit oucaot ob.aadaem
mexyuecmuio, omoeiHvle JUNUOHBLE MOJEKYIbL CROCOOHBL GbiIcmpo duhpyrnduposamy
6 npedenax c60ez0 MOHOC]0s. Membpannvie nunudnvie MOJIEKYIbl ampupuivibL.
IIpu nomewenuu 6 600y OHU CAMONPOUIBOJILHO COOUPAIOMCSL 6 OUCIOU, KOMOPbLE
hopmupyrom 3aMKHYmMvle KOMNAPMMEHNDL.

Kaemxu codepxam 500—1000 pazruunvix 6udos aunudos. Cyuwecmeyom mpu
OCHOBHBIX KAACCA MEMOPAHHLIY AUNUOOS: (POCHONUNUObL, XOJECMEPUH U 2IUKO-
aunudst. Hacuumvieaiomes comnu 6o1ee manenvkux xaaccos. Jlunuduviii cocmas
BHYMPEHHEZO U BHEULHE20 MOHOCJI0€68 PA3UMACMCS, OMPAKAS PA3IULHbIE DYHKUUL
08YX NOGEPXHOCEN KAEMOUHOU MeMOPabl. Paziuunvie cmecu aunuios obnapyxenu.
6 MeMOPaHax KJ1emox pasiuunozo mund, max xe Kax U 6 pasiuuhbly MeMopanax
omoenvHoU syKapuomuueckol Kaemxu. Muosumonvruie pocghorunudvl — MuHopHwill
kaacc gocporunudos. Onu pacnoaazaromes 6 yumonia3MamuuecKkoM MOHOCI0€ Jill-
nuoH020 OGUCI0S NAAIMAMULECKOU MEMOPAbL U UZPAIOM BAKHYIO POJIb 8 KAEMOUHOU
cuznarusayuu. Bo-nepevix, 6 omeem Ha 6HeKAemoOuHble CUZHANLL cCneyuduueckue
JUNUOKUHA3DL HOCHOPUIUPYIOM <20J08KU> IMUX UnUd06, c030asas caimvl 0OKuHza
UUMONAAIMAMUUECKUX CUZHALHBIX OelKkos. Bo-emopuix, cneyugpuueckue ghocgonu-
nasvl pacuenasiom onpedesentvlie UHOIUMOAbHbIe Gochorunudv. ¢ 0bpasosanuem
MEHBUUX CUZHATLHBIX MOSEKYL.

10.2. Mem6paHHbIe 6enku

HecMotpst Ha TO 4TO JMITUAHBIA OGUCJION CJIYKUT CTPYKTYPHOH OCHOBOH GHOJIO-
IMYeCKIX MeMOpaH, MeMOpaHHbIe GeNKH BBITIOJHSIOT OOJBITUHCTBO CHENNMOUIECKITX
(pynrmmit MeMOpaH 1, TakuM 00Pa30M, TIPHUIAIOT KAXKJIOMY THITY KJIETOYHOH MeMOPaHbI
ero crienuduaeckre GyHKIMOHATbHBIE CBOCTBA. COOTBETCTBEHHO, KOJIMYECTBO W THITHI
6eKOB B MeMOpaHaX 3HAYUTENIbHO MeHSIoTcs. B MuesmHoBOl MeMOpaHe, KOTOpas
B OCHOBHOM CJTY>KUT JIJIST 9JIEKTPIHUYECKON M30JISIIMN aKCOHOB HEPBHBIX KJIETOK, GEKH
COCTaBJISIOT MenHee 25 % Maccbl. Hao6opot, B MeMOpanax, yJactByionux B cuirede ATP
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(BHYTpeHHNX MeMOpaHaX MUTOXOHAPHI M XJOPOILIACTOB), OKOJIO 75% MacChl — 3TO
6enku. Tunuunas naazmMarnyeckass MeMOpaHa pPacioJioKeHa rie-To nocepeiute, OeaKu
B Hell COCTaBJISIOT OKOJIO TOJIOBUHBI Macchl. 1IOCKOJIBKY MOJIEKYJIbI JIUIIUIOB MAaJibl
0 CPABHEHMIO C MOJIEKYJIaMI GETKOB, B KJIETOUHBIX MeMOPAHAX MOJIEKYJT JTUTHIOB BCET/TA
3HAUUTEIBHO OoJIbllle, YeM OeJKOB — OKO0JI0 D0 JIMNUA0B Ha OJUH OEJIOK B KJIETOUHBIX
MeMOpaHax, o Macce Ha 50 % cocTosmx n3 6e1KoB. MeMOpaHHbIe GeJIKI 3HAYNTETHHO
PA3IMIAIOTCS O CTPYKTYPE M TOMY, KaK OHW B3aMMOJEHCTBYIOT C JTUTHAHBIM GHUCIOEM,
4TO OTPAKAET X PazHoOOpas3Hbie (PYHKIINH.

10.2.1. Memb6paHHbIe 6enKn MOryT CBA3bIBaTbCA C AMNUAHbIM 6Gucnoem
pa3nnyHbIMK cnocob6amm

Ha puc. 10.19 nokasanb! pasndHbie CIIOCOObI CBSI3bIBAHIST MEMOPAHHBIX OEJIKOB
¢ MeMOpaHoil. MHorue Gesku TIPOCTUPAIOTCS Yepe3 GUCJION, YacTb X MAcCChl PACIIOJIO-
KeHa ¢ o6enx cropon MemGpanbl (puc. 10.19, mpumepst 1, 2 u 3). Kak n ux ammmmbe
cocejin, TpaHcMeMOpaHHbie 6eakn aMudUIbHbI 1 06J1a1at0T THAPOMUILHBIMEA 1 TH-
npodobHbIMU yuacTKamu. VX rugpodobHbie 061acTi HaXOAATCS B MeMOpaHe U B3au-
MOJIEHCTBYIOT ¢ TUAPOGOOHBIMI «XBOCTAMU» JIMITUIHBIX MOJIEKYJI BHYTPH OHCJIOS, T/I€
OHU M30JIMPOBAHbI OT BOAbl. VX THAPO(UIbHBIE YIACTKU B3aUMOJIEHCTBYIOT C BOJON
no obenM cropoHaM MeMOpanbl. KoBajieHTHast CBSI3b MOCPEJCTBOM KUPHOKHUCIOTHOM
LeNn, BXOASIIENd B IUTOIIA3MaTHYECKU MOHOCJION JIMIU/HOTO OUCJIOS, YBEJMYHNBAET
rupodoGHOCTD HEKOTOPBIX TpancMeMOpaHHbIx Genkos (cM. puc. 10.19, mpumep 1).

[pyrne MeMOpannble GEJKH PaCIoONaraioTcs MCKJIIOUUTETHHO B IUTO30J€ WJIN
CBSI3aHBI € ITUTOMJIA3MATHYECKUM MOHOCJIOEM JIUIUIHOTO OHUCIOS JMOO MOCPENCTBOM

@ NH,
\d
P-0-0-0-0-0-P
NUNUAHBIN
Gucnoit [
LINTO30J1b
®
@ @ @ COOH
@ @

Puc. 10.19. PasnuuHbie cnocobbl npuKpenaeHus mem6paHHbIX 6enKoB K amnugHomy 6ucnoto. Cumtator,
4TO 6ONBLWMHCTBO TPAHCMEMBpPaHHbIX H6enKoB NpPocTUpaeTca Yepes membpaHy B Buae (1) eaMHCTBEHHOM
a-cnupanu, (2) HeCKobKMX a-crivpanei nnm (3) ceepHyTbIX B-CTPYKTYp (B-6040HKa). HeKoTopble U3 3TUX «OAHO-
NPOXOAHbIX» N KMHOTFOMPOXOAHbIX» 6€1KOB HECYT KOBA/IEHTHO CBA3AHHYHO }KUPHOKUCIOTHYIO Lierb, BXOAALLYO
B LIMTONNa3MaTUYECKUIA IMNUAHBIM MoHocnoM (1). Apyre membpaHHble 6e/1KM NOAHOCTLIO pacnonarakoTcs
TO/IbKO C OAHOW CTOPOHbI MeMbpaHbl. (4) HeKoTopble U3 HUX 3asKOPEeHbI Ha LIUTOMN/Ia3MaTUYeCKOM MOBEPXHOCTU
amoUOUAbHONM a-Cnupasnbio, KOTOpas MPOHUKAET B LMTOMNIA3MaTUYECKUIA MOHOC/ION cBoel rmapodobHol
CTOpOHOM. (5) Apyrve 6enkn B3aMMOLENCTBYIOT C BUCI0EM TONbKO Yepes KOBANEHTHO CBA3AHHYIO MNUA-
HYIO Lienb — B0 KUPHOKUCAOTHYIO, 60 NpeHubHYyo rpynny (cm. puc. 10.20) — B uuTONNa3MaTUYECKOM
MOHOC/I0e UK (6) Yepes onmrocaxapuaHbiit anHKep (GPI-AKopb), cBA3aHHbLIN ¢ GochaTMAUANHO3UTONOM
B HELLMTOMN/1Ia3MaTUYeCcKoM MOHOC0E. (7, 8) HakoHeL,, MHorne 6e/1K1 cBA3aHbl C MEMBPAHOW UCKIOUUTENBHO
3a cYET HEKOBA/IEHTHbIX B3aVMOZEWCTBUI C ApYrMMM MeMBpaHHbIMK 6eikamu. CUHTE3 CTPYKTYpbI Ha (5) npo-
UANOCTPUPOBaH Ha puc. 10.20, a dopmuposaHue GPl-akops, nokasaHHoro Ha (6), — Ha puc. 12.56. MoapobHo
npouecc cBA3bIBaHUA 6eNKOB C AMNUAHbIM brucnoem obeykaaeTca B rase 12.
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ampuduabHoii a-crrpaan Ha noBepxHoctn Genka (em. puc. 10.19, npumep 4), mm6o
IPH MOMOIIM O/IHOI MJIM HECKOJIbKUX KOBAJEHTHO CBSI3aHHBIX JIMNMAHBIX 1erei (cM.
puc. 10.19, mpumep 5). ITpoune GesKn MOJHOCTBIO PACTIONATAIOTCS HA BHEIIHEH TOBEPX-
HOCTH KJIETKH, COEANHSSCD C JIMITHAHBIM GHCI0EM TOIBKO KOBAJIEHTHBIMY CBA3sMU (depes
crermduyeckne oaurocaxapuzibl) ¢ HochaTHAMINHO3UTOIOM BO BHEINIHEM JIMIHIHOM
MOHOCJI0€ TIIasMatnaeckoii Mem6panbl (puc. 10.19, mpumep 6).

Casizannble ¢ junugamu 6ejiku B ipuMepe S Ha puc. 10.19 cunre3upyiorcst B 1iuto-
30J1€ KaK pacTBOpUMbIE GEJIKH U 3aTeM 3asIKOPUBAIOTCS B MeMOpaHe KOBJIEHTHOI CBSI3bIO
¢ smnuHol Tpymnoii. OnHako Gesiku B ipuMepe 6 CHHTE3UPYIOTCST Kak TpaHcMeMOpaH-
HbIEe OJJHOIPOXO/IHBIE GEIKN B 9HAOMIazMaTndeckoM petnkyayme (IP). TToka oHu Bce
emme HaxomsaTcs B DP, TpancMeMOpaHHbBIA cerMeHT GeslKa OTPe3aercss u JA00aBIISIeTcsT
rimkosuapocharnaunosuroabnbii (glycosylphosphatidylinositol, GPI) sikops.
B pesyJsibrare 6esiok OKa3bIBAeTCsl CBSI3aHHBIM C HEITUTOIIA3MATHYECKOI TOBEPXHOCTHIO
MeMGpaHbl MCKJIIOYUTENbHO Yepes sIKopb (cM. obcyskaenne B raase 12). Tpancmopr-
HbIe BE3HKYJIbl B KOHIIE KOHIIOB JOCTaBJIAIOT GETOK B IIa3MaTHuecKyio MeMOpany (cM.
riaasy 13). Besku, cBssanuble ¢ miasMaTndeckoil MeM6panoil uepes GPI-aKkopb, Jerko
uAeHTHOUIMPYIOT TIpH oMol (pepMeHTa, HocAIero Hazpanue ¢hochaTnanInHO3UTO -
criermpraeckast gocdommnaza C. ot hepMeHT paciieniger cBI3b OelKa ¢ sSKopeM
U TakuM 00Pa30M OTJIEJISIET ero OT MeMOPAHbI.

Hekoropbie MeMOpatibie GeJKU COBCEM HE MPOHUKAIOT B THAPO(OOHYIO 4YacTh
JIUTIUHOTO OUCTIOST; OHU CBSI3BIBAIOTCSI C TIOBEPXHOCTHIO MEMOPAHbI TIOCPE/ICTBOM HEKOBa-
JIEHTHBIX B3auMOJeHCTBHi ¢ ApyruvMu MeMOpanubivMu Genkamu (puc. 10.19, mpumepsr 7
n 8). MHorue GeJKu TaKoro THIA MOTYT ObITb OTAENEHbI OT MEMOPAaHbI OTHOCHTEIHHO
MSITKUMU METOJIAMU BbIJIEIEHHSI, HAITpUMep, 06pabOTKOIl pacTBOpaMK C OY€Hb BbICOKOI
MM HU3KOM MOHHOM CHJIoi mian BbICOKHM pH, KoTopbie BAMSIOT Ha GesOK-GeIKOBbIE
B3aNMOJIEHCTBIS, HO He HAPYIIAIOT GUC/I0i; Takne GeTKN HA3BIBAIOT mepudepuyecKumMm
MeMOpaHHbiMH Oesikamu. TpaHcMeMOpaHHble OelKM W MHOTHE GEJIKH, COeJANHEHHbBIE
¢ GUCJI0eM JIMTIUHBIMU TPyNHaMu Wi rupodOOHBIME TOJUIIENTHHBIMU YIACTKAMHU,
MIPOHUKAIONMMHU B TupodoGHOE S/IPO JINIHUIHOTO OUCTIOS, HEJb3sl OTJEJUTb TaKIUMU
MeToaMu. ITH GeJIKN HA3bIBAIOTCS WHTErpaJbHbIMH MEMOPAHHbIMH GeJKAMH.

10.2.2. JIunngHbie AKOPA KOHTPONNPYIOT IOKaNN3aLunio HeKOTOPbIX
CUrHanbHbIX 6eNnKoB B MeMbpaHe

Cnoco6 mpukperuienns GejKa K JUIHIHOMY OGHCIO0 OTpaskaeT ero (PyHKIHIO.
Tosbko TpaHcMeMOpaHHBIEe GeKN CHOCOGHBI (DYHKIIOHHPOBATL 10 06EUM CTOPOHAM
MeMOpaHbl U TPAaHCIOPTHPOBATH MOJIEKYJIbI Yepe3 Hee. Perentopbl Ha MOBEPXHOCTH
KJICTKH, HaIpuMep, MPEe/CTaBJAIOT co00il TpaHcMeMOpaHHble OeKH, KOTOPbIE CBS3bI-
BAIOT CUTHAJIBHBIE MOJIEKYJIBI BO BHEKJIETOYHOM TIPOCTPAHCTBE W TEHEPHPYIOT Ipyrue
BHYTPUKJIETOUHBIE CUTHAJIBI HA ITPOTUBOTIOJOMKHOIN CTOPOHE TIa3MaTHYecKoi MeMOpa-
Hol. /l7g neperoca MaeHbKUX TuApOMIILHBIX MOJEKYJT Yepe3 MeMOpaHy MeMOpaHHbI
TPAHCIIOPTHBIH GeJIOK JOJIKEH IPeJOCTABUTD MOJIEKYJIaM IyTh, TI0 KOTOPOMY OHH CMOTYT
IPeoIoJieTh THAPOGOOHDIN HEMTPOHUTIAEMBI Gapbep JUTHIHOTO GUCI0s. MoJiekyIsipHas
APXUTEKTyPa MHOTOIPOXO/HBIX MeMOPAHHBIX GEJIKOB MEATbHO [IJIST TOTO TMOIXO/IHT,
4TO MBI 06CYZMM B TJiaBe 11.

Besxu, xoropble (hyHKIMOHNPYIOT TOIBKO HA OJHON CTOPOHE JIMITHHOTO GHCTIOS,
C JIpyTOIl CTOPOHBI YaCTO CBSI3aHBI TOJIBKO C OJJHUM JIUIITHBIM MOHOCTIOEM N GEsIKO-
BBIM JIOMEHOM Ha COOTBETCTBYIOIIEH ctopore. Hanmpumep, HEKOTOPbIe BHYTPUKJIETOUHBIE
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CUTHAJIbHbIE OEJIKU, TIPUHUMAIOIIIE YYaCTUE B IEPEBO/IE BHEKIETOUHOIO CUIHAJIA BO BHY-
TPUKJIETOUHBIN, TPUKPEILISIOTCS K IIUTOIIA3MaTHYeCKON TTOJIOBIHE TIIa3MaTHIeCKO MeM-
OpaHbl Yepes3 OJIHY UJIM HECKOJIbKO KOBAJIEHTHO CBSI3aHHDBIX JIMITUIHBIX IPYII, KOTOPbIE
MOTYT TIPEJICTABIATL OO0l NGO KUPHOKUCIOTHBIE 1eTH, OO0 NPeHUIbHbIE 2PYNIbL
(puc. 10.20). B HEKOTOPBIX CaydYasgx B IIPOLECCE CUHTe3a Ha pruOocoMe K N-KOHIIEBOI
aMUHOrpyIIIe GeKa IPUCcoeMHAeTC MUPpUCTUHOBas (TeTpaeKaHoBast) KUCI0Ta, Hachl-
IeHHAs JKUPHAs KUCI0Ta, cocTodmnias u3 14 atoMoB yrieposa. Bee uwrnennt Src-cemeticmsa
LUTOILIA3MATHIECKUX O€IKOB THPO3MHKMHA3 (cM. TaBy 15) HeCyT MUPHCTHHOBYIO
mernb. OIHAKO CBsI3b ¢ MEMOPAHOH TIOCPEACTBOM €IMHCTBEHHOTO JIMIIIHOTO SKOPST He
SIBJISIETCST KPETIKOM, M 4acTo i 6ojiee CUIBHOIO 3assKOPHBAaHMS GENIKOB B MeMOpaHe
no6aBJisieTcst Bropast junuanas rpyima. [yist GosbinnHeTBa S¥c-KiHa3 BTOPOil JTUMHTHON
Mo uKalueil CayKUT IPUCOeMHEHe K OOKOBOII 1IeIN IUCTENHOBOIO OCTaTKa Gesika
MaTbMUATIHHOBOHN KUCJIOTBI, HACBIIIEHHON JKUPHOI KUCJIOTRI, cofieparieit 16 yriepomHbrx
aTOMOB. JTa MOAU(PUKAINS TTPOMCXOIUT B OTBET HA BHEKJIECTOUHBIN CUTHAJ W TIO3BOJISIET
PEKPYTHPOBATh KNHA3bI K TJIa3MaTUIeCKOoil MeMOpane. Koria curiaibHblil My Th BBIKJIIO-
YyaeTcs, MaJbMATHHOBAST KUCJIOTA OTIIEIISETCsT, M KMHA3bl BO3BPAIAIOTCS B IIUTO30JTb.
JIpyrue BHYTPUKJETOYHbIE CUTHAJIbHbIE GeJKu, Takue kak Ras-cemeiictBo GTPa3s (cMm.
raaBy 15), UCIOIB3YIOT KOMOMHAIMIO IPEHUIBHON TPYIIIIbI ¥ MaJbMUTUHOBOI KUCIOTHI
JUIST TIPHCOEAIMHEHNST OEIKOB K TIa3MaTHIecKoil MeMOpaHe.

a) 6) 8)
H
[l
—IC—C—O—CH3
TUO3hMpPHas CBA3b CH
| aaan oo | (crovoui sgwp) wexay " hosupnan oo
— ° VCTEMHOM U Kapb6OoKCUNbHOM S
H=N amuHorpynnoi S/rupynnoﬁl nanmepTwHoaoﬁ — MexXay UNCTeMHOM
C O VW MVPUCTMHOBOW KNCMOTOM C=0 KuCnoThl CH, W NpeHunbHou
LMTO30I1b rpynnon
NUNUAHBIA
Bucrnon
2) MUPUCTUMOBbLIN «SIKOPb»  O) NaNbMUTUHOBBIN «SIKOPb» €) hapHe3nnoBbIN «SIKOPb»
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Puc. 10.20. MpucoeguHeHne memb6paHHbIX 6€/IKOB Yepes }KUPHOKUCIOTHYIO Lienb UK NPEeHUbHYIO rpyn-
ny. KoBasieHTHas cBA3b NOCPEACTBOM OAHOTO M3 3TUX ABYX TUMOB IMMUAOB NO3BOAET NPUCOEANHUTL BOLO-
pacTBopuMble 6e/1KM K MembpaHe Noc/ie UX CUHTe3a B LMTo30/e. (a) MUPHOKMCNOTHAA Lenb (MUPUCTMHOBAA
KMCNOTa) NPUCOEAMHABTCA Yepe3 aMUAHY0 CBA3b K N-KOHLEBOMY rULMHY. (6) MPHOKMCAOTHAA Lenb
(ManbMUTUHOBAA KMCNOTA) NPUCOEAMHAETCA NOCPELCTBOM TUOCIOKHOIDUPHOWM CBA3M K upcTemnHy. (B) Mpe-
HWAbHAA rpynna (1Mo dapHesnnbHas, Mbo bonee AAMHHAA repaHWUA-repaHnAbHan rpynna) npucoesmHaeTc
yepes TMO3GMPHYHO CBA3b K LLUCTEMHOBOMY OCTaTKY, KOTOPbIM CHAaYana pacnoiaraeTcs Ha PacCTOAHUM YeTbIpex
ocTaTkoB OT C-KoHUa 6enka. Nocie NpeHUIMPOoBaHNA TPU KOHLLEBbIE aMUHOKMCIOTbI OTLLENAAKOTCA, U HOBbIM
C-KoHeL, 10 BBOAA AKOPA B MeMbpaHy MeTUAnpyeTcs (He nokasaHo). CTPYKTYpbl AMNUAHbIX AKOPeK NoKasaHbl
BHM3Y: () MMPUCTMHOBbIM AKOPb (14-yrNepoaHan HacbIWEHHAnA KUPHAA KMCNoTa), (4) NanbMUTUHOBBIN AKOPb
(16-yrnepoaHas HacbIWEHHasA *KMUpPHasa KMcnoTa) u (e) dapHesuabHbIi AKopb (15-yrnepoaHas HeHacbILWweHHasn
YINEeBOLOPOLHAR Lenb).
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10.2.3. B 60nbLINHCTBE TPAaHCMeMOpaHHbIX 6eNKOB nonmnenTugHanA
Lenb NPOXOAUT Yepes NNNUAHDbINA Gucnon B a-cnyupanbHO KOHPopMauvn

TpancMeMOpanHbIil 60K Beeraa 0IHO00Pa3HO OPHEHTUPOBAH B MeMbOpaHe. JTO OT-
pakaeT acCMMMETPUIO eT0 MPOHNKHOBEHNS B TUTHAHbIN 6ucioit P B mporiecce 6nocunTesa
(cm. tmaBy 12) u pasimunbie (GYHKIME IUTOMIA3MATHYECKOTO U BHEKJIETOYHOTO JOMEHOB.
ITN JOMEHbI Pas/IeIeHbl TPAHCMEMOPAHHBIMU CErMEHTAMI TIOJUIENTH/THON HEMH, KOHTAK-
TUPYIONME € THAPOPOOGHBIM OKPYKEHHEM JINTHHOTO OUCIOS U COCTOAIMME GOJIbIITEH
YacThl0 M3 AMUHOKHUCIOT C HETOJSIPHBIMU GOKOBBIMU TIeTAMU. [TOCKOJIbKY TIenTU/IHbIe
CBSI3U CaMH TI0 ce(e TIOJISIPHBI 1 BOKPYT OTCYTCTBYET BOJIA, BCE TIENTUIHBIE CBSI3H B OUCJI0e
BBIHY:K/IEHBI 00PA30BBIBATH BOJIOPO/IHBIE CBA3M MeKIy coboii. Hanbosee addektuBHO 06-
pasoBaHue BOJOPO/IHBIX CBSI3ell MPOUCXO/IUT, eCJIN MOJUNENTHIHAS [eNb YITAKOBAHA B Pe-
TYJISIPHYIO O-CITUPAJIb, TIEPECEKAIONTYIO MeMOpany. VIMeHHO TakuM 06pa3oM GOJIBITHHCTBO
MPOMIMBAOIINX MeMOPaHy CerMeHTOB opraHusyiorcs B Gucioe (puc. 10.21).

B 0aHONPOXO/HBIX TPAHCMEMOPAHHDBIX G€JIKAX MOJIUIIEIITHIHbIE [IEMH EPECEKAoT
MeMGpaHy ToJbKO ojnH pas (em. puc. 10.19, mpumep 1), Torza Kak B MHOTOIPOXOIHBIX
TPAHCMEMOPAHHbIX O€JIKaX MOJIUIMENTH/HAS TIellb MPOIIMBAeT MeMOPaHy HECKOJIBKO
pas (cm. puc. 10.19, mpumep 2). AJIbTEPHATHBHBIM CIIOCOGOM YITAKOBKH IIETIEi, MO3BO-
JISIONMM TIENITH/THBIM CBSI35IM 06PA30BbIBATH BOJOPO/IHbBIE CBSI3M B MeMOpaHe, SIBJISeTCs

(hopMupoBaHye TOMUTIENTH/THOI 11e-
IbI0 B-CTPYKTYPbI, CBEPHYTON B 3a-
KPBITYIO «604Ky» (TaK Ha3bIBAEMOTO
B-6ouonka; cm. puc. 10.19, npu-
Mep 3). Takoii B MHOTOIPOXO/HBIX
TPAHCMEeMOPAHHBIX CTPYKTYP XapaK-
TepeH JUIst 0€IK08-NOPUHO8, KOTOPbIE
MBI PACCMOT-PUM TIO33KeE.
BHEKJIETO4HOE BbicTpoe pasBUTHE PEHTTEHO-
HIS (200) MPOCTPAHCTBO
CTPYKTYPHOTO aHA/IM3a MeMOPAHHbBIX

7 =®
GLY SER § 6€eJIKOB TI03BOJIUJIO HaM pacimdpo-
PHE e L§ BaTb TPpeXMEPHbIE CTPYKTYPbl MHOTUX
& 13 HuX. CTPYKTYpbl HOATBEPK/AIOT,
GLY g{
PHE ALA s
e @ Puc.10.21. dparmeHT TpaHcMembpaHHoii no-
eLY o @ J/MNenTMAHON Luenu, nepeceKalowWwmii iunua-
GLY % HbIi1 6Ucnoii B popme a-cnmpanu. MokasaH
LEU $ TONbKO yrepoaHblit CKenet noannenTUAHoMn
LEU PHE % uenu, rnapodobHble aMUHOKUCNOTbI NOKa-
i & 3aHbl 3en1eHbIM U enmbim. TpUBeAeHHbIN
ALA 8 3;ecy noAunenTuaHb GparmeHT ABAseTcs
e GLY ‘3; yacTblo 6aKkTepUanbHOrO GOTOCUHTETUYECKO-
ALA | & o peakuuoHHOrO UeHTpa, n306pakeHHoro
LMTO30Mb (220) THR Ha puc. 10.34. CTpyKTypa bblna pacumndposa-

Ha NPV NOMOLLM PEHTFEHOBCKOW AndpaKLmK.
(OcHoBaHO Ha gaHHbIX 13 J. Deisenhofer et al.,
Nature 318: 618—624, 1985, n H. Michel et al.
EMBO J. 5: 1149-1158, 1986. Bce c ntobes-
HOro paspelueHus msgartenbcrea Macmillan
Publishers Ltd.)
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Bernku, cogepxalume Kak MUHUMYM BENMYMHa rmapodobHoCTH
OfHy npeanonaraemyto camoro rmapoobHoro y4acTtka
TpaHCMEMOBPaHHyH a-cnvparb (20 aMMHOKMCIOTHBIX OCTaTKOB)

y Kaxgoro 13 6enkos

Puc. 10.22. MpumeHeHue npodpuneii ruapodo6HOCTU ANA NOKANN3aLMU NOTEHLUA/IbHBIX Ol-CMUPANIbHbIX TPAHC-
MeM6paHHbIX Y4aCTKOB NoMnenTuaHoi uenu. CBoboaHYH0 3Hepruto, HeobXxoanMyLo /1A NepeHoca NocieLoBa-
TeNbHbIX CETMEHTOB NONMNENTUAHOW LIENWU U3 HENONAPHOTO PAcTBOPUTENA B BOAY, PACCHUTLIBAKOT MO aMUHOKMC-
JIOTHOMY COCTaBY KayKOOro CErMEHTa Ha OCHOBE AaHHbIX, NMOyYEeHHbIX A7 MOAENbHbIX COeaMHEHMN. [JaHHbIN
pacyeT NPOM3BOAAT A/1 CErMEHTOB 331aHHOTO pazmepa (06bIYHO OKo/10 10—20 aMMHOKMUC/IOT), HAUMHAA C KA Ao
nocnesytoLLelt aMMHOKMCNOTbI B LienW. «MHAEKC rnapodobHOCTU» CermeHTa OTKIaAbIBAaETCs No ocu Y KaKk QyHKUMA
OT ero NOJIOXKEHNA B LLeNW. MoNOKUTENbHOE 3HAUEHME YKa3bIBAET Ha TO, YTO A/1A NepeHoca B Bofy TpebyeTcs cBoboa-
Has aHeprua (T. e. CermeHT rmapodobeH), a 3HaYeHMe NPUCBaANBAETCA B COOTBETCTBUM C BE/IMYMHON HEOBXOAMMOM
3Heprun. MyKN nHAeKca rmapodoBbHOCTM YKa3biBatOT NONOXKeHWE rMAPOdO6HbIX CErMEHTOB B aMUHOKUCIOTHOM
nocnesosatenbHOCTU. (a 1 6) MokasaHbl ABa NpUMepa MeMbpaHHbIX 6e/IKOB, KOTOpbIe ByAyT PAaCCMOTPEHbI B AaH-
HOW rnaBe HuKe. [MMKodopuH (a) 0bnaaaeT eaMHCTBEHHOM NPOLUMBAIOLLEN MeMbBpaHy O-CNMPablo U O4HUM
COOTBETCTBYHOLLMM €/ MMKOM Ha npodune ruapodobHocT. BakTepropoaoncuH (6) umeeT cemb TpaHCMeMbBpPaH-
HbIX O-CMMPaNe U CeEMb COOTBETCTBYHOLLMX UM MUKOB Ha npodune rugpodpobHocTy. (B) Jons npenckasaHHbIX
membpaHHbIX 6enKoB, Koaupyembix reHamu E. coli, S. cerevisiae n yenoseka. 3es1eHas 061acTb COOTBETCTBYET A0/
6enKoB, copepKaLLMX Mo KpalHel mepe oaHy NpeacKkasaHHyro a-cnupanb. Ana E. colin S. cerevisiae npvseaeHbl
[aHHble No BCeMy reHOMYy; A@aHHble M0 YeN0BeKyY AaHbl /18 YaCTU FEHOMA; B KaXKA0M C/ly4ae NoLab Nog, KPMBOM
NPONOPLIMOHAbHA YMC/Y MPOAHAIM3MPOBAHHBIX reHoB. (a, aganTuposaHo u3 D.Eisenberg, Annu. Rev. Biochem.
53: 595624, 1984. C ntobe3Horo paspeLueHuns nsgatenscrea Annual Reviews; B, agantuposaHo 13 D.Boyd et al.,
Protein Sci. 7: 201-205, 1998. C ntobe3Horo paspelueHus The Protein Society.)
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YTO 4acTO ObIBAET BO3MOKHO 13 AMUHOKUCJIOTHOI TTOC/IE/IOBATEIbHOCTH (EJIKA MPEICKA3ATh,
KaKye 4acTu MOJUIENTUIHON TIEMN PACIIOIAraloTcs 3a IpejiesaMi OUcaosi. Y4acTKu, CO-
crosiiiue 13 20—30 aMUHOKUCJIOT ¢ BBICOKUM YPOBHEM THAPO(POOGHOCTH, 061aa10T 10CTa-
TOYHOI JIJIMHOIL JIJIs1 TOTO, 4TOOBI 1Iepecedb GUCIOl B (JOpMe a-CIIUPAU, 1 KX YaCTO MOKHO
u/ieHTUUIPOBATD IPH TOMOIIH nPoduis euopoghoonocmu (puc. 10.22). Itu rpaduku
MO3BOJTIITH TTOKA3aTh, ITO OKOJI0 20 % GETKOB OpraHn3Ma SIBJISIOTCS TPAHCMEeMOPAHHBIMI,
YTO YKa3bIBAET HA UX BAKHYIO PoJib. [Ipodumi ruzpodobHocTH He 103BOJSIOT 1AeHTH(hU-
[POBATh TPOIIUBAIONIIE MeMOPaHy y4acTKku B-O0YOHKA, MOCKOJIbKY /s a(hdeKTuBHOTO
repeceveHus JUMUIHOTO 6uciost B (hopMe BhITSHYTOrO B-TsiKa goctatouno 10 amuHoKuc-
JIOT WM Jla’ke MeHble. bosee TOro, TOMbKO KaK/blii BTOPOW aMUHOKUCJOTHBIN OCTAaTOK
B B-ctpykType rupodoOeH.

DHepreTuyeckasi HeoOXOAMMOCTb MAKCUMAJIbHO 06GPA30BbIBATD BOAOPO/IHBIE CBSI3U
B OTCYTCTBHE BOJIbI O3HAUAET, 4TO BXOSINAs B OMCJION MOJUIENTHIHAS 1Iellb CKOpee
BCETO IPOIIBET €r0 HACKBO3b U TOJBKO MOCJE ATOTO0 U3MEHHUT CBOE HallpaBjeHue. ITO
OODBSICHSIETCSI TEM, UTO UCKPUBJIEHHE 1leln TPeOyeT HapYyIIEeHUsl PEryJsipHOCTH BOO-
pozanbIxX cBsizeit. Ho MHOTOIPOXO/IHBIE MeMOpaHHbie OEJKU MOTYT CO/IEPKATh 00aCTH,
YIIAKOBBIBAIOIIHMECS B MeMOpPaHy € KaKOW-u60 CTOPOHbBI M MPOHUKAIOIIKME B IPOCTPAH-
CTBO MEKJIy TPaHCMeMOpPaHHBIMU o-criupasisiMu 6e3 B3auMojeiictBusi ¢ rupodoOHbIM
LHEHTPOM JIUIUAHOTO O6ucyiosi. [1oCKOIbKY Takue y4acTKU TIOJUIENTUHON e KOH-
TAKTUPYIOT TOJBKO C JIPYTUMU TOJUIENTHIHBIMI YIaCTKaMU, UM HET HeOOXOIUMOCTH
MaKCUMU3UPOBATH KOJMYECTBO 0OPA30BAHHBIX BOJIOPOIHBIX CBSI3€il; TAKMM 00pa3oM, OHU
MOTYT UMETb PAa3HOOGPA3HYIO0 BTOPUYHYIO CTPYKTYPY, BKJIIOUAsST CIIUPAJIU, PACIIPOCTPA-
HAIOIMECS TOJIBKO Ha 4acTh JunuaHoro 6ucaos (puc. 10.23). Takue o6mactu BaKHbI
JUTst (DYHKIIMOHUPOBAHKST HEKOTOPBIX MeMOPAaHHBIX OEIKOB, BKJIOUas KaHasbl st K
U BO/IbI; 9TH YYaCTKM BXO/ISIT B COCTaB CTEHOK IOPbI, MPOIINBasi MeMOPaHy U 3aj1aBasi
cyOCTpaTHYIO CHeIMPUIHOCTh KaHAIO0B, Kak Mbl o0cyauM B Tiase 11. Itn obaactu
HeJb3s1 uAeHTUPUIUPOBATH P oMol npoduieit ruipodoGHOCTH, JIJIST STOTO UCTIOJb-
3YIOT PEHTTeHOBCKYIO KpUCTALIOrpadmio, s1eKTpoHHYI0 qudpakimio (MeTo/1, CXOIHbII
C PEHTIeHOBCKOM Andpakieii, HO MPUMEHAEMBIN K ABYMEPHbBIM pPeneTkaM GeIKOB) Wi
AMP-uccienoBanusi TpeXMEPHOI CTPYKTYPbI OEJIKOB.

10.2.4. TpaHcMmeMObpaHHbIe a-cnpanun 4acTo B3aMMOZenCcTBYIOT Apyr
c Apyrom

TpancMeMOpaHHbIE O-CIUPATH MHOTUX O]I-
HOIIPOXOJIHBIX MeMOPaHHBIX OENKOB He Y4acTBY-
10T B CBOPAYMBAaHUU GEKOBBIX JIOMEHOB € 0GEMX
CTOPOH MeMOpaHbl. B pesysbTate 4acTo MOXKHO
CO3/1aTh KJIETKHU, CUHTE3UPYIOIINe [UTOIIa3MaTh-
YecKue WM BHEKJETOYHbIE JJOMEHBI 3TUX OeJKOB

Puc. 10.23. iBe a-cnvpanu B BOAHOM KaHane akBanopwuHe,
KaXKaaa U3 KOTopbIX JOXOAUT TONbKO A0 CepeAuHbl iMnua-
Horo 6ucnos. B membpaHe 6enok 0bpasyeT TeTpamep U3 Takmx
YeTblpex ABYCMNMPasbHbIX CErMEHTOB TaKMm 06pa3om, 4To no-
Ka3aHHbIV 34,eCb OKPALLEHHbIN Y4aCTOK OKPYHKEH MOBEPXHOCTLIO
6e10K-6€1KOBbIX B3aMMOZENCTBUI. MexaHU3M, MO KOTOpPOMy
N KaHa/ NPONycKaeT MONIEKY bl BOAbI Yepes AnnuaHblin 6ucion,
C noapobHee obcykaaerca B rmase 11.
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B (hopMe BOIOPACTBOPUMBIX GETKOB. DTOT MOJIX0/] OKA3AJICSI HE3aMEHUMbBIM /15T U3y YeHST
CTPYKTYPbI U (PYHKITMOHUPOBAHUS HTUX JIOMEHOB, OCOOEHHO B CJIyUae TPaHCMEMOPAHHbBIX
penentopHbIx 6ekoB (06cysknaeMbIx B r1ase 15). OHAKO AaKe B OIHOMPOXOLHOM OeIKe,
MOMIMO 3asIKOPUBaHUs GeJIKa B JIUIKI/HOM OKUC/I0e, TPaHCMeMOPaHHast o-CIIUPAJb 4acTo
BBITIOJIHSIET U AipyTHe dhyHKIwr. MHOrue ofHOIpoXo/iHble MeMOpaHtble OeJKu 06pPa3yioT
rOMOJIUMEPDBI, KOTOPbIE Y/IEPKUBAIOTCS BMECTE CUJIbHBIMU U BBICOKOCHIEIU(PUUHBIMU
B3aMMO/IEUCTBUSIMU MEK/Y /IByMsI TpaHcMeMOpaHHbiMU o-criupasisiMu. [locienoBareib-
HOCTb rHIPOOGHBIX AMUHOKKCJIOT 3TUX CIUpasieil HeceT nH(MOPMAIIUIO, HATIPABJISIONLYIO
6eJ10K-6eJIKOBbIe B3aMO/IeHCTBH.

Touno Tak ke TpancMeMOPaHHbIE oi-CIIUPAJIU B MHOTOITPOXO/IHBIX MEMOPaHHBIX Oe-
KaX PaCco/IaraioTcsi B KOHKPETHBIX MOJIOKEHUSIX CTPYKTYPbI CBEPHYTOrO OeJIKa, Orpe/ie-
JISIEMbIX B3aUMO/IEUCTBUSIME MEK/LY COCEIHUMU CIIUPAJISIMEI. DTU B3aUMO/IEHCTBUST IMEIOT
KJIIOUEBOE 3HAYEHUE JIJISI CTPYKTYPbI U (DYHKIIMOHMPOBAHISI MHOTHX KAHAJIOB U TPAHCIIOP-
TEpPOB, TEPEHOCSIIINX MOJIEKYJIbI Yepe3 JUIU/HbIe Oucaon. Bo MHOTHX cirydasix MOKHO
UCIIOJIb30BATD TIPOTEA3bI /LIS PA3PE3aHust TIeTe/Ib TOIUIENTH/HON [EeNn, COeIMHSIONINX
TpaHcMeMOPAHHbBIE O-CIIUPAJIU ¢ 00eUX CTOPOH GUCJIOS, TIPU 3TOM CIIUPAJIU TIPO/IOJIKAIOT
YAEPIKUBATHCSI BMECTE U HOPMAJIbHO (DYHKIMOHUPOBATh. B HEKOTOPBIX C/Iydasix MOMKHO
JIaKe KCIPECCUPOBATh B JKUBOU KJIETKE CKOHCTPYUPOBAHHBIE T'€HbI, KOIUPYIOIIUE OT-
JIe/IbHbIE YaCTH MHOTOIPOXOIHOrO OeNKa, ¥ YBU/ETb, YTO OHU MPABUJIbHBIM 06Pa3oM
cobupatorcst B MeMOpate u 06pasyioT MOJHOCTbIO (DYHKIIMOHATbHBIN TPAHCMEMOPAHHbBII
6enok (puc. 10.24). 1o mOKa3bIBAET yAMBUTEIBHYIO CHENU(UIHOCTD B3aMMOAEHCTBUA
TPaHCMEMOPAHHBIX O-CIIUPAJIEH.

B MHOTrOIpoxo1HbpIx MeMOPaHHBIX GeIKaxX COCeTHIE TPAHCMEMOPAHHbBIE CITHPAJII B TPE-
TUYHOI CTPYKTYpe GeJiKa 3allUIaloT MHOTHE TPAHCMEMOPAHHbIE CIIUPAIU OT MEMOPAHHBIX
snoB. [louemy ske Torja aTH 3allUIlieHHbIE CIIMPAJ BCE PABHO COCTOST, MO GOJIbIei
yactu 13 ruipodoOHbIX aMUHOKKUCIOT? OTBET HA 3TOT BOMPOC MOKHO MOJTYYHUTh, PACCMO-
TPEB TO, KaK MHOTOIIPOXO/IHbIe OEKI IPOHUKAIOT B MeMOPaHy B TIporiecce nX GHOCHHTE3A.
Kak mb1 06¢cyium B riaBe 12, tpancMeMOpaHHbie oi-CIIUPAIN BBOJSATCS B JIMIUHBIN GUCJIOL
HocJIe10BaTe/IbHO OeikaMu-Tpanciokatopamu. [locie Toro, Kak o-crimpasib MOKUIAET TPAHC-
JIOKATOp, OHAa BPEMEHHO OKa3bIBAETCSI OKPYIKEHHOI JuiujaMu OUCJIOs, /ISl 4ero HeoOX0-
Mo, 4ToObI oHa ObLia ruApodo6Hoii. TobKo Koria 6eok mpuobpeTaeT CBOI0 KOHEYHYIO
CTPYKTYPY, 00Pa3yioTcsi KOHTAKTbI MEXK/Y COCEIHUME CHUPAJsIME, U OeJOK-OeTKOBbIe
KOHTAKTbI 3aMEINIa0T HEKOTOPbIE 13 OeJOK-IMIIIHBIX KOoHTakToB (puc. 10.25).

10.2.5. Hekotopble 3-6040HKM 06pa3yloT KpynHble TpaHCMeMb6paHHble
KaHanbl

MHOromnpoxo/iHble TpaHCMeMOPAHHBIE GeJIKH, TPaHCMeMOPaHHbIe CErMEHTBI KOTOPBIX
VIIAaKOBaHbI B B-0040HOK, a He o-CIUPATb, UMEIOT OTHOCHTENBHO JKECTKYIO CTPYKTYPY
1 JIETKO KPUCTAITM3UPYIOTCS. HeKoTopble MX HUX OJHUME U3 MEPBBIX pacimdpoBaimn
MEeTO/IaMU PEHTTEHOCTPYKTYPHOrO aHaIN3a MeMOPAHHBIX GEJKOBBIX CTPYKTYp. Hwucsio
B-cTpyKTyp B B-G0UOHKAX CHJIBLHO MeHsieTcs B mpeenax ot 8 1o 22 (puc. 10.26).

Besnxwn, o6mazsaromie crpyKTypoil B-6040HKa, B GOJIBIIIOM KOJHIECTBE COAEPKATCS
BO BHEIITHell MeMOpaHe MUTOXOH/IPHI, XJIOPOILIACTOB U MHOTUX Gakrepuii. Hekoropbie
U3 HUX TIPEJICTABIIIOT cO00il 6eTKM, (JOPMHUPYIOIINE HOPBI U CO3/IAI0IINe 3aM0THEHHbIE
BOJION KaHAJIBI JIJIST TPOXOSK/EHHS OIPe/IeIeHHBIX MATEHbKIX IUAPOMIILHBIX MOJEKY.JT
4yepe3 JIMIMUIHBIN Oucsioil BHeNTHell MeMOpaHbl GakTepuii. K HUM OTHOCATCST XOPOIIO
usyuennbie nopunbl (nmpumep 3 Ha puc. 10.26). IopuHOoBbIii GOUOHOK OOpasyercs
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a)

R

nporeasa

H,N
parmeHT dparmeHT
1 2

COOH
COOH
. NH,
OfHOLEeNoYeYHbINn 6enok,
NPOHM3bIBaOLLMA MEMOPaHY MHOTO pa3 HLN
2
6)
reH 6enkoBoro reH 6enkoBoro
armeHTa 1 armeHTa 2
Pp Pp COOH
HOPMarnbHO PYHKLIVOHVPYIOLLINIA
OBYXLENOYEYHbI 6EeMOK, MPOHN3bIBAIOLLNIA
COOH MeMO6paHy MHoro pa3
NH,
H,N
COOH

Puc. 10.24. MNpeo6pasoBaHue ogHOLLENOYEYHOIrO MHOrONpoXxoAHoro 6enkKa B AByXLenoyeyHblid. (a) MpoTteo-
NIUTUYECKOe pacLuenieHne O4HOM NeTaAu ANA CO34aHNA ABYX GparMeHTOB, KOTOPblE YAEPKMBAKOTCA BMeECTe
N HOPMaIbHO GYHKLMOHUPYIOT. (6) DKCnpeccua STUX e ABYX GparMeHTOB ABYMSA Pa3HbIMM reHamMu MPUBOAUT
K GOPMMPOBAHMIO TAKOTO Ke HOPMAbHO GYHKLMOHUPYLOLLEro HesKa.

u3 16 aHTHUTIApAJIIIETbHBIX B-TSKEl, Yero BIIOJHE JOCTATOYHO /IS CBOpAYMBaHUS B I11-
JIMHJIPUYECKYT0 cTPYKTYpY. [losisipHbie 60KOBbIE TIeN aMUHOKHUCIIOT BBICTUJIAIOT BOHDII
KaHaJl U3HYTPH, TOT/[A KaK HeroJisipHbie GOKOBBIE 1€ BBICTYTIAIOT C BHEIIHEH TTOBEPX-
HOCTH GOYOHKA M B3aUMOJENCTBYIOT ¢ ru/IpodOGHOI Cep/IIIeBUHON JIMMUIHOTO OUCIOS.
[Tetsn moJmumenTHIHON 1eIN YacTo BBIJIAIOTCS B JIIOMEH KaHasa, jiesias ero 6osee y3KuM
", TaKUM 00pPa3oM, MO3BOJISIS TOJIBKO OIPE/IeJIEHHBIM PACTBOPEHHBIM BEIIECTBAM MPOITH
yepe3 Hero. HexoTopble MOPHHbBI OYeHb CEJEKTUBHBL: MAIbMONOPUH, HATIPUMED, TT03BO-
JIFET Tiepeceyb BHEIHIO MeMOpany E. coli TOJTbKO MaibTO3e 1 ee OJIUTOMEPaM.

Benok FepA sBiisiercst 60Jiee CJI0KHBIM TIPUMEPOM B-O0YOHKOBOIO TPAHCIIOPTHOTO
Geaxa (nipumep 4 Ha pucyrke 10.26). OH TpaHCIOPTUPYET MOHBI JKeJie3a Yepes3 BHEIll-
HIo0 MeMOpany Gakrepuii. OH coctouT u3 22 B-CTPyKTyp, a BHYTPEHHEE MTPOCTPAHCTBO
GOUYOHKA TIOYTU TIOJHOCTHIO 3AIIOJIHEHO KPYITHBIM TJIOGYJSPHBIM JOMEHOM, KOTOPBIii,
KaK TpeIIoaraeTcs, mperepreBaeT 3HAUUTeJbHble KOH(MOPMAIIMOHHbIE TepecTPOUKN
JUUIS1 TIEpEeHOca JKejie3a uyepe3 MeMOpaHy .
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BHOBb CUHTE3UPOBaHHbIV CBEpHYTbIN
MeMbBpaHHbIN 6enok MeMOpaHHbI 6enok

Puc. 10.25. 3tanbl ¢pongmMHra MHOronpoxoaHOro TpaHcmembpaHHoro 6enka. Korga CMHTE3UPOBaHHbIE
TpaHcMeMbpaHHble O-CNMPany NPOHMKAOT B AMMNUAHbIN BUCNOM, OHM OKa3blBaAlOTCA B OKPYKEHUN NIMNNAHbBIX
Mosiekyn. Mo mepe cBopaunBaHUA BeKa KOHTaKTbl MEXAY CNMPaNAMMU BbITECHAOT HEKOTOPbIE U3 MOJIEKYA
NIMNWL0B, OKPYMKAIOLLMX CIMPANK.

He Bce B-60uoHKOBbIe GeJKH SIBASIOTCS TpaHCHOpPTHbIME Oeikamu. Hekotopbie
00pasyioT MajeHbKrue OOYOHKH, 3aroJHeHHbIe GOKOBBIMU IETISIMU AMUHOKHUCJIOT, TIPO-
CTUPAIOTIUMHUCS K IIEHTPY CTPYKTYPBI. DTH OEIKH CTYKaT pelrentopamMmu win repMeHTa-
mu (mpumepst 1 1 2 Ha puc. 10.26), a 6040HOK paGoTaeT B KayecTBe JKECTKOTO SIKOPS,
YIEPKUBAIOIIETO OETOK B MeMOPaHe 1 OPUEHTUPYIOIIETO ero IIUTOILIA3MATIHIeCKIe TIETIH,
o6pasyioline CaliTbl CBI3bIBAHUS CIEU(PUIECKUX BHYTPUKIETOYHBIX MOJIEKYI.

BHEKINETOYHOE
MNPOCTPAHCTBO

MEPUNITASMA
2 HM

@ 8-LienoveyHbIn @ 12-yenoyeqHbli @ 16-LienoyeyHbli @ 22-1Lieno4eyHbIn peuentop
OmpA OMPLA porin FepA

Puc. 10.26. B-6040HKM, cOCTOALLME U3 Pa3HOro uncna B-cTpyKTyp. (1) benok OmpA E. coli cny»KuT peuentopom
6akTepuanbHoro Bupyca. (2) benok E. coli OMPLA npeacTtaBnset coboit depmeHT (11nasy), rmaponmsyoLLyto
MNUAHbIE MONEKY/bl. AMMHOKUCIOTbI, KaTanmsupytowme GepmMeHTaTUBHYIO PeakLLMIo (MOKasaHbl KPACHbIM),
BbICTYNatOT C BHELIHel noBepxHoCTM 6oYoHKa. (3) MopuH 13 baktepumn Rhodobacter capsulatus dopmupyet
BO BHELUHel MeMbpaHe 3ano/IHEHHYIO BOZOM Nopy. [iMameTp KaHana orpaHuYeH Netnsamum (MoKasaHbl 20s1y-
6bim), BbICTYyNAOLWLMMK B KaHan. (4) benok E. coli FepA TpaHCMOPTUPYET MOHbI XKenesa. BHyTpeHHOCTb KaHana
3anonHeHa robynsapHbIM 6eNKoBbIM JOMEHOM (NOKa3aH 20/1y6bIM), HECYLLMM CalAT CBA3bIBAHUA Kesesa (He no-
Ka3aH). MpeAnonaratoT, YTo 3TOT AOMEH /1 TPAHCMOPTA CBA3aHHOTO Kene3a U3MeHSAET CBOo KOHGOPMALMIO,
HO TOYHbIV MOIEKYNAPHbBIA MEXaHW3M 3TOTO NPOLLecca HEU3BECTEH.
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Hecmotpst Ha 10 uto B-60uoHOUHBIE OeKKM O0JIAJAI0T MHOKECTBOM (DYHKI[MI, OHU
COJIEPIKATCS TIOUTH MCKIIOYNTETHHO BO BHENITHITX MeMOPAHAX MUTOXOHIPHH, XJTOPOTLIACTOB
u Gakrepuii. BOMBITMHCTBO MHOTOTIPOXO/IHBIX TPAHCMEMOPAHHBIX GEKOB B 9yKapUOTUYe-
CKUX KJIETKaX 1 OaKTepHaIbHOI TIa3MaTHYECKOi MeMOpaHe COCTOSIT U3 TPAaHCMEMOPaHHbIX
a-crimpasieii. Crpain MOryT CKOJIb3UTh OTHOCHTEJIBHO JIPYT JPYTa, YTO MO3BOJSET GENKY
MEHSITh CBOIO KOH(DOPMATIIIO JIJIST OTKPHIBAHNS 1 3aKPBIBAHIS MOHHBIX KAHAJIOB, TPAHCTIOPTA
PACTBOPEHHDIX BEIIECTB UK TPAHC(HOPMAIINK BHEKJIETOUHOTO CUTHAJIA BO BHY TPHKJIETOUHbII.
B B-60ouonounbIX Gesikax, HA000POT, BOAOPO/IHbBIE CBSI3U KPEIKO YAEPKUBAIOT B-CTPYKTYPbI
BMecTe, Jieas KOHDOPMAITHOHHbIE N3MEHEHNST CTEHKN OOYOHKA MAJIOBEPOSTHBIMI.

10.2.6. MHorne memb6paHHble 6enKy MUKO3NANPOBaHbI

BosbinHCTBO TpaHCMeMOPAHHBIX OETKOB KUBOTHBIX KJETOK TJIMKO3M/JINPOBAHDI.
Kak 1 B ciTyyae TJIMKOUIINIOB, OCTATKU CaXapoB JA00ABJSIOTCS K 6enkaM B jioMene JP
u anmapara Toabmkn (em. taassl 12 u 13). Tlo 910l npuYrHe OJUrocaxapuHble e
BCer/Ia PACIioJIOKEeHbI HA BHEITHel cTopoHe MeMOpaHbl. /[pyroe BaskHOe pasJindre Mex/y
Geskamu (Wm yacTsaMu GeJIKOB) HA JIBYX CTOPOHAX MeMOPAHbI SBJISETCS CIIEJICTBUEM BOC-
CTAHOBHUTETLHOTO OKPY3KEHUS TIUTO30JI1. ITO CBOMCTBO CHIZKAET BEPOSITHOCTH 06PA30BAHMST
rucrennamu aucyabduaabix (S—S) cBsazeit Mesky GeJKaMu 1 BHYTPH HUX Ha [[UTOILIA3-
MaTHYeCKON CTOPOHEe MeMOpaHbl. JTH
cBs131 00PA3YIOTCS HA BHEIITHE CTOPOHE,
TJIe OHU CIIOCOGCTBYIOT CTAGHII3AIN HA-
MexuenodedHasi  TUBHOIT CTPYKTYPbI HOJHUIENTH/THON TieTi
AvcyneuaHas i ee CBA3BIBAHMUIO C IPYTHMU TIOJTHIIETT-

. / ceAsk tugabivu tiensivu (puc. 10.27).
S”  COOH [TockosbKy GOJIBITUHCTBO GEJIKOB
S ‘ M1a3MaTHYECKON MeMOPAHBI TJIMKO3HLIIH-
POBAHO, YIJIEBO/IBI MTOKPHIBAIOT MOBEPX-
S \ HOCTDb 3YKAPUOTHYECKUX KJIETOK. IJTH
S. - YTJIEBO/IBI ITPEJICTABJISIOT COO0IT OJIITOCA-
-3 XapHJIHbIE TEMTH, KOBAJIEHTHO CBSI3aHHbBIE
- ¢ MeMGpanHbiMi Geskamu (TJIMKOIPOTen-
BHYTPMLIENONEIHIIG Hamm) u Jmnugamn (ramKomImaamMn).
AncynbduaHbIe onurocaxapugsl 1 aKike BCTPEYAIOTCA IOJMCaXapuHbIe
cBAsmn TpaHCMEMBpaHHas e[ BCTPOEHHDBIX B MEMOPaHy MOJIEKY.I
/ a-Cnupars npomeoeauxanos. IIporeoramkannl, co-
CTOSIIINE U3 IJTMHHBIX TOJUCAXAPUIHBIX
1erieii, KOBaJIEHTHO CBSI3aHHBIX ¢ GEJIKO-

]

NUNUAHBIN . .
GUCnoN Puc. 10.27. OgHonpoxoAHbii MembpaHHbIl be-

JNIOK. OﬁpaTMTe BHMMaHWE Ha TO, YTO nosinenTua-
HaA uenb NpoxoaunT yepes 6ucnoii B BMnae npaBso-
3aprquH017| a-Cnupann, a Bce osiIMrocaxapmnaHbole

LUMTO30Ib cynbdrugpunbHas
(BoCCTaHOBUTENb- _sH— ynbruap uenu n aucynbduHble CBA3M pacnosaratoTca

Has cpeaa) rpynna Ha BHeLIHeW cTopoHe membpaHbl. Cynbornapnib-
Hbl€ rpynnbl B LMTOMa3MaTUYECKOM IoMeHe 6en-
NH Ka 06blYHO He 0bpasyoT AucyibduaHble CBA3MN,

- 2

\ MOCKOJIbKY BOCCTAHOBUTE/IbHAA Cpeaa LUMUTO30/4
SH NOAAEPKMBAET 3TW FPYNMbl B BOCCTAHOBNEHHOM
(=SH) coctosaHuun.
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BOIi Cep/ILEBUHON, OObIMHO PACIIOJIOKEHbI CHAPY3KH KJIETKU KAK YacTh BHEKJIETOYHOTO
marpukca (em. taBy 19). Ho y HEKOTOPBIX IPOTEOTIMKAHOB GEJKOBAs CEp/leBUHA
pacipocTpaHeHa 3a MPe/IeJibl JIUIHHOTO GUCIOS WIH COEJMHEHA ¢ GUCJI0eM TIMKO3UII-
docharupumuosuronbhbiM (GPI) skopem.

Wuorza 1yist onucaHusi 0GOrallleHHON yrieBoJaMu O6JIacTH TIOBEPXHOCTU KJIETKU
HCTIOJIB3YIOT TEPMUHBI KJIETOYHAsE 0G0IOUKA WK TITMKOKAIUKC. DTOT YIJIEBO/HbIA CJIOi

a)  MMKOKanuKe LMTO30Mb A0po  nnasmatuyeckas MemGpaHa
200 HMm
6) TpaHcMeMBpaHHbIN  aacopbupoBaHHbIii TpaHCMeMBpPaHHbIN
FNUKONPOTENH rMNKONPOTENH npoTeornmKaH

\

@ = ocTaTok caxapa

presoncn | & »f L}o >
+d
- :E E:/rnMKonMI'IVI.Cl

TIUNUAHBLIN
oucrnon

LUMUTO301b

Puc. 10.28. YrneBoAHbli €O HA NOBEPXHOCTU KNETKU. () Ha AaHHOM 31eKTPOHHOW MUKpodoTorpadum
NOBEPXHOCTU IMMOLMTA, OKPALLEHHOMO PyTEHWMEM KPACHbIM, XOPOLLO BUAEH TONCTbIN 0bOralleHHbIN yrie-
BOZAMM C/IOW, OKPYKalOLWMIA KNeTKy. (6) YrneBOAHbIN CNO COCTOUT U3 0MrocaxapuaHbix 6OKOBbIX Lieneit
TIMKONUNUA0B, UHTErpasibHbIX MEeMBPaHHbIX MIMKOMPOTEMHOB U NOMMCaXapUAHbIX Lener UHTerpasbHbIX
MembpaHHbIX NPOTEONKaHOB. Bonee Toro, agcopbMpPoBaHHbIE IMKOMPOTEUHBI U aacoPObUPOBaHHbIE NPO-
TEOIMKaHbI (He MOKa3aHbl) TaKXKe BHOCAT BKNA4 B YI/IEBOAHbIN CI0M MHOMMX KneToK. ObpaTnte BHUMaHue
Ha TO, YTO BCe YINEeBOAbl PACcNofaratoTcA Ha HeUWUTON1Ia3MaTUYEeCKoW CTOPOHe MeMbpaHsl. (a, ¢ NtobesHoro
paspewenus Audrey M. Glauert n G. M. W. Cook.)
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MOJKHO BU3YaJM3UPOBATL MPU MOMOIIU PA3JUYHBIX KpPacHUTeJiell, HApPUMeEP pPyTeHUsI
kpactoro (puc. 10.28, @), wim 3a c4eT €ro CPOACTBA K YIJIEBO/-CBA3BIBAIOIIMM OelIKaM
JIEKTHHAM, KOTOPbIE MOKHO MOMETHTD (PJTyOPECIIEHTHBIM KPACUTEIEM UM BU/IUMbIM Map-
kepoM. HecMoTpst Ha TO 9TO GOJIBITMHCTBO YIJIEBOAHBIX TPYIIIT CBSI3aHO C BHYTPEHHUMU
MOJIEKYJIAMU T1JIa3MAaTHYECKON MeMOPaHbI, YIJIEBOJHBIN CJIOI TAaK)Ke COAEPIKHUT TJINKO-
JINIH/IBI W TTPOTEOTIMKAHBI, KOTOPhIE CEKPETHPOBAHBI BO BHEKJIETOYHOE ITPOCTPAHCTBO,
a 3aTeM aJcOpOUPOBAHbI Ha KIETOYHYIO nosepxHocth (puc. 10.28,6). Muorue us stux
aIcCOPOUPOBAHHBIX MAKPOMOJIEKYJI SIBJISTIOTCS. KOMIIOHEHTAMU BHEKJIETOYHOTO MAaTPUKCA,
[03TOMY TPAaHUIA MEXK/IY ILIa3MaTUYECKON MeMOPAaHOW U BHEKJETOYHBIM MATPUKCOM
yacTo GbIBAET OBOJIbHO paciuibiBuatoil. OHoil u3 MHOTUX (DYHKIIUIT YTIEBOIHOTO CJIOST
SIBJISIETCS 3alUTa KJAETOK OT MEXaHMYeCKOTO M XUMHUYECKOTO MOBPEK/IEHMSI; OH TaKKe
He TO3BOJISIET KJIeTKaM COJMM3UTHCS, TPEHSATCTBYSI HEKEJIATeTbHbIM GeOoK-OeTKOBBIM
B3aUMO/IEIICTBUSM.

Oumrocaxapu/iHbie GOKOBBIE TEIN TJINKOIPOTENHOB 1 TJINKOJIMIIN/OB 3HAYNTETHHO
PasJIMUAIOTCs 110 cocTaBy caxapoB. HecMoTpst Ha TO 4TO OHU OOBIYHO COJEPIKAT MEHb-
e 15-Tu caxapoB, OHU YaCTO BETBSITCS, M caxapa MOTYT ObITb CBSI3aHbI MEXJy COOOIt
Pa3/IMYHBIMKE KOBAJIEHTHBIMU CBSI3SIMH, B OT/IMYKME OT aMUHOKMCIOT B MOJIUIENTH/IHOM
1LIeTIH, KOTOPbIE BCE COEMHSIIOTCS MEXKIY COOOU OJJMHAKOBBIMU TENTUAHBIMU CBS3SIMHU.
[laxe W3 Tpex caxapoB MOKHO MOJYYUTb COTHU PA3IMYHBIX TPUCAXAPUIOB. 3a CUET
Pa3HOOOPA3HsT M PACIIOIOKEHNST Ha TOBEPXHOCTH KJIETKH OJTUTOCAXaPH/IbI HAEATbHO IO/
XOJISAT /IS TIPOLIECCOB KJIETOUHOro y3HaBanusi. Kak Mbl 06cyiuM B riiaBe 19, cBsizammbie
C IJIA3MATUYECKOI MEMOPAHOI JIEKTHHBI, PACIIO3HATOIIIE OIPEeIEHHbIE OJTUTOCAXAPH/IbI
Ha PACIIOJIOKEHHBIX HA MMOBEPXHOCTH KJIETKU TJIMKOJUIUJAAX U TJIMKOIPOTEUHAX, yda-
CTBYIOT BO MHOKECTBE TIPOIIECCOB BPEMEHHOI a/['e3UH KJIETOK, BKJII0YAsi B3aUMOJIeNCTBIE
CIIEPMAaTO30M/Ia C SUIEKIEeTKON, oOpa3oBaHue TPOMOOB, PELUPKYJISIUIO JUMQOIUTOB
¥ BOCIIAJINTE/IbHBIA OTBET.

10.2.7. Memb6paHHbIe 6enKN MOXKHO CONn6uNN3NpPoBaTb N OUNCTUTD
AeTepreHTamm

B ofmiem ciryyae TOJIBKO areHThbl, Hapymiaioiue ruapodoOHble CBS3U U Paspy-
HIAIOTIE JIUTUAHBINA GUCJION, CIIOCOGHBI COMOOMIM3NPOBATh TpaHCMeMOpaHHbIe ek
(1 HEKOTOPBIE IpyTHE KPEIKO CBsi3aHHble ¢ MeMGpaHoil Gesiki). Hanbosee mosie3HbIMu
peareHTaMu JIisl OMOXUMUKA SIBJISIIOTCSI I€TePreHThl, MPEICTABIIoNe co60i Masble
amMmnduIbHbIE MOJIEKYJIBI PA3JINYHON CTPYKTYPBI. /leTeprenTnl Jydlie pacTBOPSIOTCS
B BOJIe, ueM JiuIu/bl. VX nosistpabie (ruapoduiibHbie) KOHI[bI MOTYT GbITh 3apSIKEHHBIME
(vouHbIMI), Kak y dodeyurcyivchama nampus ([JCH), nnu HesapsikenHbiME (HEHOH-
HBIMI), KaK y OKmuiz110ko3uda n < Tpuron» (puc. 10.29,a). B Ma/IbIX KOHIIEHTPAIIX
JIETEPTEHTHI B PACTBOPE MPEJICTABIAIOT OO0 MOHOMEDDBI, HO KOT/Ia MX KOHIIEHTPAIUST
IPEBBIIIAET OPOTOBOE 3HAUEHIE, HA3bIBAEMOE KPUMUUECKOU KOHUEHMPAUUEU MUUELI00-
6pasosanus, nma KKM, onu arperupyior ¢ o6pasosatueM murent (puc. 10.29,6—¢).
MoutekyJibl leTepreHToB OBICTPO TIEPEXO/IAT U3 MULIET B PACTBOP M 0OPATHO, TOATOMY
KOHIIEHTPAIIS MOHOMEPOB B PACTBOPE OCTAETCS MMOCTOSTHHON BHE 3aBUCHMOCTH OT TOTO,
CKOJIBKO o6pazoBasioch Mutiesit. KKM u cpejiiee uncio MOJIEKyYJ1 /ieTeprenTa B MUIIeJLIe
SABJISTIOTCST MHIUBU/YATbHBIMU XaPAKTEPUCTUKAME JIeTEPTeHTa, HO OHM TaK)Ke 3aBHUCST
ot temrepatTypbl, pH n KoHIeHTpalm co. PacTBOPbI JIeTePreHToB, TakuM 00pas3oM,
SBJISTIOTCST CJIOKHBIMU CUCTEMAMU, W WX TPY/THO U3y4arh.

[Tpu cmemmennn ¢ MmeMGpaHamMu THAPOMOGHBIE KOHIIBI JE€TEPIeHTOB CBSI3bIBAIOTCS
¢ TuipoOGHBIMI 00IACTSIMI MEMOPAHHBIX OEJTKOB, T/Ie OHU 3aMeNIaloT JIUTUIHbIE MO-
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HaTpusa (OCH)

Puc. 10.29. CtpyKTypa 1 pyHKLMM MULLenn geTepreHToB. (a) Hanbonee LUMPOKO MCNONB3YIOT TPU AeTEPreHTa:
QHWOHHBIV AeTepreHT goaeumnncynbdat HaTpua (JACH)  ABa HEMOHHBIX AeTePreHTa B-OKTUATIIOKO3UA U « TPUTOH
X-100». «TpuToH X-100» npeacTaBnset coboi cMecb COeaUHEHWIA, B KOTOPbIX Y4aCTOK B KBaZAPaTHbIX CKOBKax
nostopsetca 9—10 pa3. MapodpobHasa YacTb AeTePreHTOB NOKA3aHa JHesnmosiM, rapodUIbHaA — OPAHHEBBIM.
(6) MpKr ManeHbKUX KOHLEHTPALLMAX MOJIEKY bl LETEPrEHTOB NPUCYTCTBYIOT B PACTBOPE B BUZAE MOHOMEPOB. Kak
TO/IbKO UX KOHLIEHTPALLMA JOCTUTAeT KPUTUYECKOW KOHLEHTPALIMM MULEenn006pa3osaHms (KKM), yacTb monekyn
JAeTepreHTa obpasyet muuensibl. O6paTUTe BHUMaHME, YTO KOHLIEHTPALIMA MOHOMEPOB AETepreHTa ocTaeTcs
NOCTOAHHOM NPU KOHUEHTpaumK, npesbiwatowein KKM. (8) MockonbKy Monekybl AetepreHta 061a4atoT Kak
NONAPHBIMM, TaK U HEMONAPHBIMM KOHLL@AMU, OHY aMPUUIBHDI; U MOCKONBbKY OHM MMeeT GOpMY KOHYCa, OHU
06pasyroT muLennbl, a He ucnom (cm. puc. 10.7). Muuenibl 4ETEPrEHTOB UMEIOT HEPETYAAPHYO dopmy, U
3a CYET OrpaHUYEHUIA YNaKoBKM rMAPOdOBHbIE «XBOCTbI» YACTUYHO SKCMOHMPOBaHbI B BOAY. [poCTpaHCTBEHHAsA
MOZeNb NOKa3bIBaeT NpeAcKasaHHY METOA0M MONEKYNAPHON AMHAMUKM CTPYKTYPY MULLENIbI, COCTaBEHHOW
13 20 monekyn B-oktuarntokosmaa. (6, agantmposaHo 13 G. Gunnarsson, B.Jonsson u H. Wennerstrom, J. Phys.
Chem. 84:3114-3121, 1980; 8, u3 S.Bogusz, R. M. Venable and R. W. Pastor, J. Phys. Chem. B. 104: 5462-5470,
2000. C ntobesHoro paspeleHns American Chemical Society.)

JiekyJibl. [TOCKOJIbKY TTPOTHUBOTIONIOMKHBIN KOHEI[ MOJIEKYJ JleTepreHTa MOJISIPeH, TaKkoe
CBS3BIBAHME MPHUBOUT K TOMY, U4TO MeMOpaHHbIe GENTKW TEPEXOIT B PACTBOP B BU/IE
kommtekcos Genok-aereprent (puc. 10.30). O6brunHO, ¢ GEIKOM OCTAaeTCsl CBA3AHHBIM
HEKOTOpPOEe KOJIMYECTBO MOJIEKYJT JIUTH/IOB.

Cuibablie nonubie jgereprentsi, Harnpumep [ICH, crioco6ubI coM0OMIN30BaTh 1aKe
cambie ruipooGHbIE MeMOPaHHbie GEKHI. DTO TTO3BOJISIET AHATM3UPOBATH OEJIKH TIPH T10-
MOIIU 27IeKmpoghopesa 6 noauaxpuramudnom zeae ¢ npucymcemeuu /JJCH (onmcanuoro
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rmapodobHkI
XBOCT
rmapocunbHas
\ rornosa
=
+
MOHOMepbI
netepreHTa
B MULennb
MembpaHHbI 6enok 13 Mornekyrn
B nunugHom Gucnoe - getepreHta  —
+
BOZOPaCTBOPUMbIN KOMMEKC BOAOpacTBOpUMbIE
GenoK-NMNUA-0eTepreHT CMeLLaHHble MULLENTTbI

13 MOonekyn nunuaoB 1 eTepreHTa

Puc. 10.30. Contobunmnsauma membpaHHbIX 6€/1KOB MATKMM HEMOHHbIM JeTepreHTom. [leTepreHT HapyLliaeTt
MNUAHBIN BUCNol 1 NepeBoAUT 6eNKK B PacTBOP B COCTaBE KOMMIEKCOB «B6eNoK-nnnua-aetepreHt». docdo-
Mnuapl MeMbpaHbl TaKXKe COMOBUNN3UPYIOTCA AETEPTEHTOM.

B TiaBe 8), METO/Ia, KOTOPBI COBEPIIIII PEBOJIOINIIO B N3yYeHUH MEMOPAHHBIX GEJIKOB.
Takue crIbHBIE JIETEPTEHTHI Pa3BOPAYNBAIOT (JIEHATYPUPYIOT) GEJIKU 3a CUYET CBSI3bIBAHIISI
C UX BHYTPEHHNM «THIPOOO6HBIM si7ipoM». B pesybrare 6e/KN CTAaHOBATCS HEAKTHBHDI-
MU, ¥ UX HEeJb3sT UCTIOJIb30BATh I (PYHKIIMOHAIBHBIX nccjaeoBannii. OHako 6eIKn
MOXKHO JIETKO PA3/IeJINTh U OYUCTUTH B uX jeHarypupoBanuoil JJCH dopme. B neko-
TOPBIX CJAYYasdX y/ajeHue JeTepreHrta ITO3BOJITeT OUNIeHHOMY GeslKy peHaTypHpOBaTh
7 BOCCTAaHOBHTD CBOIO (DYHKITMOHAIBHYIO aKTUBHOCTD.

Mmuorue tuapodo6bubie MeMOpaHHbIe GEJKH MOKHO COJIIOOWIM30BATh M 3aTeM
OYNCTUTb B AKTUBHOM COCTOSTHUW TIPW TOMOIIN MATKHUX JETEPTeHTOB. JTH JeTePreHTbI
MOKPBIBAIOT THPOMOGHDBIE 00JIACTH HA TIOTPYKEHHBIX B MEMOPAHY CErMeHTaxX, KOTOpbIe
CTAHOBATCS JIOCTYITHBIMU TTOCJIE Y/IAJE€HNS JIUTH/IOB, HO He pa3BopaunBaioT 6esiok. Ecom
KOHIIEHTPAIMIO JIeTEPTeHTa B PACTBOPE COMIOOMIN3UPOBAHHON MeMOPaHbl YMEHbBITUTD
(Hampumep, pas6aBUB PACTBOP), MeMOpaHHbIe OEJIKH MepecTaioT GbITh PACTBOPUMBIMHU.
B npucyrcrBun nz6nitka MostekyJ hocoUIII0B B TAKOM PACcTBOPe MeMOpaHHble OeJ-
KU BCTPAWBAIOTCS B CAMOIPOM3BOJILHO 06PA3yIONIecss MajeHbKHUe JINTTOCOMBI. TakuM
00pa3oM, MOKHO BOCCO3/1aBaTh (DYHKIIMOHATIBHO aKTHBHbBIE CUCTEMBI MEMOPAHHBIX 6~
KOB 13 OUMIIEHHBIX KOMIOHEHTOB. JTO TIO3BOJIAET aHAM3UPOBATh (DYHKITMOHNPOBAHTE
MeMOPaHHBIX TPAHCTIOPTEPOB, NOHHBIX KaHAJIOB, CUTHAJLHBIX PEIENTOPOB U TaK Jlajee
(puc. 10.31). Hampumep, mipu TIOMOIIHN Takoii (DyHKIMOHAJIBHON PEKOHCTPYKINK GbLTa
JIOKa3aHa TUIore3a 0 ToM, uTo TpancMemGpannas ATPaza ucnosb3yer rpaguentsr H*
B MeMOpaHax MUTOXOH/IPUIL, XJOPOIUIACTOB 1 Gaktepuii st cunre3a ATP.

[leTepreHTnI TaKIKe ChITPAN KJIIOYEBYIO POJTb B OUMCTKE W KPUCTAJITN3AIIN MeMOPaH-
HBIX 6esTKOB. Pa3BuTHEe HOBBIX JIETEPTEHTOB 1 CHCTEM 3KCITPECCHH, TTO3BOJISIONINX TTOJIYYaTh



MaBa 10. CtpykTypa mem6paHbl 1103

Na*/K*-Hacoc

—
NNNUAHBINA
6ucnon
LNTO30J1b
cono6unManpoBaHHble MuLennbl U MOHOMEPbI
MeMOGpaHHble 6erku netepreqTa
+
MuLenbl
13 [leTepreHTa v NMnuaos
O4YNCTKA
Na*/K*-HACOCA
YOATNIEHWE
ROBABIIEHVE AETEPTEHTA
POCHONNMMAOB
(cmeLuaHHbIX

C [eTEPreHToM)

MULEensbl
1 MOHOMEPbI

aetepreHTa
\> ADP

/\/\_/lﬁ YHKLMOHATBHbIN

@ Na*/K*-Hacoc, BCTpoeHHbIit
B chocchonunuaHbIn ny3bipek

Puc. 10.31. Ucnonb3oBaHME MATKUX HEMOHHDIX A,ETEPreHTOB A1 COM0OUAN3ALMM, O4UUCTKU U BOCCO3AaHMUA
$YHKLMOHANbHLIX cMcTeM MemMbpaHHbIX 6enKkoB. B aHHOM npuMepe MoKasaHa O4YMCTKA U BCTpauBaHue
B dochonnnuaHble Besunkynbl monekyn Na*/K+-Hacoca. Na*/K*-Hacoc — 3T0O MOHHBbIM Hacoc, MPUCYTCTBYOLLMIA
B MJ1a3MaTUYECKUX MeMbpaHax GO/bLUMHCTBA KMBOTHbIX KNETOK; OH MCMOMb3yeT SHEpruio ruaponmsa ATP
AN BblKaunBaHua Nat 13 KneTku 1 3aKkauku K* B KNeTKy, Kak onucaHo B rase 11.

GoJIbIiTie KoimuecTBa MeMOPaHHbIX GesikoB 13 KJIoHOB K/IHK, npuseso k crpemMutenbHOMY
YBEJUUYEHUIO YUCJIA CTPYKTYP MEMOPAaHHBIX GENKOB U OEJKOBBIX KOMILIEKCOB.

10.2.8. bakTepnopoaoncrH — 3TO CBETO3aBUCMMbIN NPOTOHHbIN HACOC,
nepeceKawwWuin AMNVAHbIA 6ucnon B popme cemu a-cnupanemn

B rsiaBe 11 MbI paccMOTpUM, KaK MHOTOIIPOXO/IHBIE TPAHCMeMOPaHHbie GeJIKU OHocpe-
JIYIOT CEJIEKTHBHBII TPAHCIIOPT MAJIbIX I IPOGOGHBIX MOJIEKY.JT YEPE3 KJIETOUHbIE MEMOPAHDI.
Ho ucueprbiBaioliee oHuManue Toro, Kak MeMOpPaHHblil TPaHCIIOPTHDIN GeJIoK paGoTaer,
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TpeGyeT TOUHOIT HH(OPMAIIINI O ero TPEXMEPHOI CTPYKTYpe B Gucioe. baxmepuopodoncun
ObLI 1EPBBIM MeMOPAHHBIM TPAHCIOPTHLIM OEJKOM, Ybi0 CTPYKTYPY YJaaoch paciiud-
poBarb. OH ocraercsi MabJOHOM JIJisi MHOTHX MHOTOIIPOXO/HBIX MeMOPAHHBIX GENKOB
CO CXOJIHOI CTPYKTYPOIi 1, HECOMHEHHO, 3aCJ/IyKUBAET KPATKOTO OTCTYILIECHHUSI.
«ITypmyprast MmeMOpanas apxen Halobacterium salinarum mpencraisier coGoit
CIIEIMATU3UPOBAHHYIO «OJISIIKY» HA MJIa3MaTHUeCcKoil MeMOpaHe, HECYIIYIO eINHCTBEeH-
HbII BI/l GEJIKOBBIX MOJieKyJl — Gakrepuopogoncut (puc. 10.32). Kasaast Mosekyia
6GaKTepUOPOJIONICUHA COJIEPIKUT OJHY IOIJIONAIONIYI0 CBET TPyIiy, win XpoModop
(TaK HasbIBaeMblil pemunab), KOTOpbIii mpupaer GeJKy IMypIypHYIO OKpacky. Peru-
HaJIb — 9TO aspjiernjiHas (popMa BUTaMuHA A, U OH ujieHTHdYeH xpomodopy podoncuna
(bOTOPELENTOPHBIX KJIETOK 1J1a3 M03BOHOUHBIX (cM. TyiaBy 15). PeruHasib KOBaJEHTHO
cBsI3aH ¢ GOKOBOI IIEMBbIO OCTaTKa Jm3nHa Oeska Gakrepnopogorcuta. IIpu akTuBarm
e/IMHCTBEHHBIM (POTOHOM CBeTa, BO36Y3K/IeHHbII XpoModop MeHsieT (hopMy, UTO TIPUBOUT
K TIOCJIE/IOBATEIbHOCTH HEGOJIbIIIX KOH(OPMAIIMOHHbIX 3MeHeHui 6esika. B pesysibrare,
omnH H* mepeHocutcst 3 muromaasmpl Bo BHemnHioo cpexy (puc. 10.33). Ha apkom
CBETY KaK/asi MOJIeKyJ/1a GaKTepuOpO/IOICHHA CIIOCOOHA BBIKAUYMBATD HAPYKY HECKOJIBKO

a) y4acToK MoneKyrn
bakTepropogoncmHa
8) e — |
10 Hm
monekyna
HakTepropogoncuHa
6) [ 2) [
50 Hm 2 HM

Puc. 10.32. baswKu nypnypHbix Mem6paH apxeun Halobacterium salinarum, copep:xawme 6akrepuopogon-
CUH. (3) 3TV apxeun 0bUTAIOT B CONEHbIX BOLOEMaX, AOCTYMHbIX A1A COHEYHOro CBETa. B npouecce sgontouum
OHM CO3[a/IM MHOXKECTBO CBETO3aBUCUMbIX BE/IKOB, BKAtOYAA HAKTEPUOPOAONCUH, KOTOPLIM NpeacTaBnset
cob0oVi CBETO3aBUCMMbI MPOTOHHbIM HACOC B N1a3maTyeckoin membpaHe. (6) Monekynbl 6akTeprmopogoncmnHa
B BaAWKax NyprypHbIX MEMBPaH MAOTHO YNaKoBaHbl B ABYMEPHbIE KpUCTabl. (B) M306paxkeHne moneky-
NIAPHOW MOBEPXHOCTU, MONYYEHHOE NPU NOMOLLM aTOMHO-CMIOBON MUKPOCKOMUK. ITOT MeToA NOo3BO/AET
YBUAETb OTAE/bHbIE MOJIEKY/Ibl BaKkTepuopoaoncuHa. (r) Cxema nprmepHOro pacnooKeHUA TPEX MOHOMEPOB
H6aKTEPMOPOAONCHMHA U UX O-CNMpasei, HaNoKeHHasA Ha u3obpakeHue Ha (6). (6—8, c Ntobe3Horo paspeLieHms
Dieter Oesterhelt.)
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COTeH TPOTOHOB B ceKyH/1y. CBETO3aBUCUMbIN TPAHCIIOPT MIPOTOHOB CO3/IAET TPAUEHT
H™ uepes mna3marudeckyio MeMOpaHy, 3a CY€T KOTOPOTO, B CBOIO OUEPE/lb, TIPOUCXO/IUT
cunrte3 ATP BropbiM 6e/ikoM B MeMOpaHe I1a3MaTUIeCKON KJIETKU. DHEPIusl, 3aracaeMast
B (hopme rpamuenta H*, Takske MCHo/b3yercsi B KJIETKE IS IPYTUX 9HEPro3aTPaTHbIX
mpoieccoB. Takum o6pazoM, GaKTEPUOPOAOIICUH NPe0OPA3yeT COJHEYHYIO HSHEPrUio
B TPA/IMEHT [IPOTOHOB, KOTOPbIN 0GECIIEYNBAET SHEPTUEN KJIETKY apXeu.

H+
2
NH,
BHEKNETO4YHOE
MNMPOCTPAHCTBO
peTuHans, 5
CBSI3aHHbIN
C NU3VHOM
rmppodobHasn 1
cepaueBvHa
NMNUAHOTO
6ucnos (3 Hm) 3
LMTO305b 4
a) 6)
HOOC
H+

Puc. 10.33. TpexmepHasa CTPYKTypa MmosieKy/bl 6aKkTeprMopoaoncuHa. (a) MoannentugHas uenb cemb pas
nepecekaeT IMNUAHbIN 6ucnoli B opme a-cnvpaneit. lokasaHbl NONOXKeEHNE Xpomodopa peTuHans (guose-
moebili) U BO3MOXKHbII MNyTb OTKAaYKM MPOTOHOB NOC/IE AaKTUBALLMM CBETOM. [MepBbIM 1 CAMbIM BasKHbIM 3Tanom
ABnsetcs nepeHoc H* ¢ xpomodopa Ha GOKOBYHO Lienb acnaparMHOBOW KMCIOTbI 85 (KpacHas, pacnonoxeHa
pPAZOM C XpOMOGOPOM), KOTOPbIV MPOUCXOAUT NOCNE NOMIOWEHUs peTuHanem GoToHa. 3aTeM nNepeHocuTca
Apyroi H* B ykasaHHOM Ynciamm nopsgke npu nomoLy 6oKoBbIX Leneit aMMHOKMCNOT, BbICTUAAIOLMX NYTb
yepes membpaHy. LMk 3aBepLuaetcs, U 6eN10K BO3BPALLAETCA B UCXOAHOE cocTosHMe. LiBeToBble 0603Haye-
HUSA: IIOTaMMHOBAA KUCNOTa (opaHiesas), acnaparnHoBas KUcnoTa (KpacHas), aprvHuH (cuHud). (6) Kpu-
CTaNNNYecKas CTPYKTypa 6aKTepMOPOAONCHMHA BbICOKOrO paspelleHuns Nokasana, Yto ¢ onpegeneHHbIMU
NO/IOXKEHMAMM Ha NOBEPXHOCTU Be/Ka CBA3aHO MHOXKECTBO IMNUA0B (Hcesmble C KaCHbIMU KTONOBKaMM»). (a,
apantupoBaHo 13 H. Luecke et al., J. Mol. Biol. 291: 899-911, 1999. C ntob6e3Horo paspelleHuns nsgatebcTea
Academic Press.)

MHuorouncieHHbIe MOJIEKYJIbI GAKTEPUOPO/IOTICHHA B IIYPIIYPHOIT MeMOpate opra-
HM30BaHbI B IJIOCKUI IByMepHbII KpucTasi. Takas peryJysgpHas ylakoBKa 03BOJMIA
OTIPE/IEJIUTD TPEXMEPHYIO CTPYKTYPY U OPHEHTAINIO GAKTEPHOPOIOIICHHA B MeMOpatHe
¢ yMepeHHBIM paspemenneM (3 A) mpu momomm nmoaxoza, B OCHOBE KOTOPOTO JIEXKAT
AJIEKTPOHHAST MUKPOCKOMNA W AU(MPAKIINSI 3TEKTPOHOB. IJTOT METO/I, M3BECTHBIN KaK
3JIEKTPOHHAS KPUCTALIOTpadus, aHATOTHYEH M3YIEHUIO TPEXMEPHBIX KPUCTAJIIIOB Pac-
TBOPUMBIX GEJIKOB IIOCPE/ICTBOM PeHTreHOBCKOM Judpakiii. OH MO3BOJIUI TOJTYYUTh
[epBble CTPYKTYPHbIE JIaHHbIE O MHOTUX MeMOpaHHbIX OeKax, KOTOPbIE CJUIIKOM
CJIOJKHO KPUCTA/LIM30BaTh B PacTBOpe jereprenta. B ciaydae GakrepuopojorncuHa
CTPYKTYPa, TOJYYEHHAs] TPU TOMOIIU 3JEKTPOHHOIN Kpucrajiorpadguu, ObLia BIIO-
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CJIE/ICTBUU TIOJTBEPIK/EHA U YTOUHEHA MPU TOMOIIU PEHTTEHOCTPYKTYPHOIO aHaIn3a
OYeHb BbICOKOTO paspeniienusi. Kaxkaas Mosiekyia 6akTepruopo/IONCHHA COCTOUT U3 CEMU
IJIOTHO YIIAKOBAHHBIX a-crimpasieil (Kaskaas 13 KOTOPBIX COAEPIKUT OKOJIO 25 aMUHO-
KHCJIOT), TEPeceKalomuX JIMIUAHYI0 MeMOpaHy 110/l 3HAYUTEIbHO OTIMYAIOIIIMICS
yraamu. Ilocsie mosydenusi BbICOKOYHOPSIZIOUEHHBIX KPHUCTANIOB W UX 3aMOPO3KHU
[IPU OYeHb HU3KOI TeMIIepaType TaK:Ke CTAJ0 BO3MOMKHBIM OIpe/leSieHue CTPYKTYPbI
HEKOTOPBIX TPOMEKYTOUHBIX KOH(MOpMaluii, Kotopble Ge/0K MPUHUMAET B TeueHue
nuKJ/Ia mepenoca H*.

bakrepuopoonicud — ujieH KPYIHOTO CyliepceMeiicTBa MeMOPaHHbIX OeJIKOB
CO CXOMIHOM CTPYKTYPOH, HO OTMUYHBIMI (byHKIUIMU. HampuMep, pofoncuH B maiod-
KaxX CeTYATK! ITO3BOHOYHBIX M MHOTHE PEIENTOpPHbIe OEIKM Ha IMOBEPXHOCTH KJIETKH,
CBSI3BIBAIOIINE BHEKJIETOYHbBIE CUTHAJIBHbBIE MOJIEKYJIbI, TAKKE COCTOSIT M3 CEMU TPAHC-
MeMOPaHHbIX o-Cliupajieil. Itu 6eJiku paboTaloT CKopee Kak TpanchopMaTopbl CUTHAA,
a He TPAHCIOPTEPbI: OHU OTBEYAIOT HA BHEKJIETOYHDBIN CUTHAJ IIyTE€M aKTUBAIUM BHYTPU
kierkn GTP-cesisbiBatoniero 6enka (G-6eska) U, COOTBETCTBEHHO, HA3BIBAIOTCS PeUen-
mopamu, conpsikennvinu ¢ G-6eaxom (G-Protein-Coupled Receptor, GPCR). Mbi
o6¢cy M ux B raase 15. HeeMorpsi Ha TO uTO CTpyKTYpbI GakTepropooncuta u G-6e1KoB
YAUBUTEIBHO MOXOKU, UX aMUHOKHUCJIOTHBIE TIOCJIEI0BATEIbHOCTU COBEPIIEHHO PA3JIMY-
HbI. JTO YKa3bIBAET HA TO, YTO OHU, MO-BUAUMOMY, NIPUHAJIEKAT K JIBYM 3BOJIOIIUOHHO
JTaJIEKIM BETBSIM OIHOTO JPEBHEr0 ceMelicTBa OGeIKOB.

Kpucrammuueckast ctpykTypa 6aKTepUOPOIOIICHHA BBICOKOTO PA3PENIEH s TIOKa3a-
JIa, YTO C OIPE/ETEHHBIMI MOJOKEHUSIMI Ha TOBEPXHOCTH OeJIKa CBSI3aHO MHOKECTBO
s aHbIX Moseky (puc. 10.33,6). Tpeanonaraior, 4ro B3auMoAeHCTBIS cO crenudu-
YECKUMU JIUTIUAMK CIIOCOOCTBYIOT CTAOMIN3AIIMY MHOTHX MEMOPAHHBIX OEJIKOB, KOTOPbIE
Jiydiiie (PyHKIIMOHUPYIOT ¥ MIPOIIE KPUCTAIIIUBYIOTCS, €CJIH HEKOTOPbBIE U3 ATUX JIUIIUIOB
OCTAIOTCS CBSI3aHHBIME B TIporiecce 0OPaGOTKM JETEPreHTOM WM €CJIH OIIpe/e/eHHbIe
JTuzbl 106aBuTh 06patHo K GesikaM B pactBope jereprenta. CreruduuHoCTb TaKUX
JIUTIH]-OEJIKOBBIX B3aUMOJIEHCTBUI TIOMOTAET OODbSICHUTD, OYEMY 3YKAPUOTHYECKUE
MeMOpPaHbI COJEPIKAT TaKoe PasHooGpasue JINIH/IOB, «TOJOBKIU» KOTOPBIX PA3IHYAIOTCS
1o pasmepy, dopme u 3apsiy. MoKHO paccMarpuBaTh MeMOpaHHbIE JIMIUIbI KaK JIBY-
MEPHBIN PACTBOPUTEIb /1T OEIKOB B MeMOpaHe, TOYHO TaK JKe KaK BoJa — TPeXMePHBbII
pacrBopuTesib /st GeJIKOB B BOJHOM pactBope. Hekoropbie MeMOpanibie GeJIKK CIIo-
co6HBI (PYHKITMOHUPOBATH TOJBKO B IPUCYTCTBUU CHIEIU(PUUECKIX «TOJIOBOKY JIUHJIOB,
TOYHO TaK JKe KaKk MHorue (pepMeHTbI B BOJIHBIX PACTBOPAaX TPEOYIOT /ISt CBOEi pabOThI
OTIpe/IeJIEHHBIX HOHOB.

10.2.9. Memb6paHHbIe 6enkun 4acTo PyHKLVOHMNPYIOT B COCTaBe KPYMHbIX
KOMIM/IEKCOB

MHuorue mMemGpanHbie GeIKU (DYHKIIMOHUPYIOT B COCTaBe MHOTOKOMIIOHEHTHBIX
KOMIIIEKCOB, HEKOTOPbIE 3 KOTOPHIX N3YUEHBI TIPU TIOMOTITN PEHTT€HOCTPYKTYPHOTO aHa-
m3a. Domocunmemuueckull peakyuorHvlil uenmp 6akTepHil ObLI IIEPBbIM 3aKPUCTAT-
JIN30BAHHBIM W MPOAHATM3NPOBAHHBIM TIPY TIOMOIIM PEHTT€HOBCKON KpHCTaLIoTpadum
TPAHCMEMOPAHHBIM GETKOBBIM KOMILIIEKCOM. Pe3yJIbTaTbl ATOr0 aHAIN3a OYeHb BasKHBI
JUUTs GUOJIOTHI MeMOPAH B 11€JI0M, TOCKOJIBKY OHH BIIEPBbIE TIOKA3AJH, KaK GOJILIIOE YnC-
JIO TIOJIUTIETITH/IOB aCCOITUIPYeET ¢ MeMOPaHoil 1 06pa3yeT CJA0KHYI0 GeJKOBYIO MAITIHY
(puc. 10.34). B rnase 14 Mbl 06cyauM, Kak Takue (hOTOCHHTETHIECKHE KOMILIEKCHI (DYHK-
IMOHUPYIOT U YJIaBIMBAIOT SHEPTHUIO CBETA [IJI TIePeKauKu MPOTOHOB Yepe3 MeMOpaHy.
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Muorue mMeMOpaHHbie GEJKOBbIE KOMILIEKChI, YIacTByIolne B JOTOCHHTE3E, TIEPEHOCE
[IPOTOHOB U AJIEKTPOHHOM TPAHCIIOPTE, UMEIOT Jjayke GOJIbIiine pa3Mepbl, ueM (hOTOCHH-
TEeTUYIeCKNUNl PeaKIMOHHBIN 1eHTp. Hampumep, orpoMHbIil KoMmiekce ¢dhoTtocucteMbl 11
nuanobakrepuii cosep:kut 19 6enKoBbix cyObeaunuil u 6osee 60-tu TpaHcMeMOPAHHBIX
crimpasieii. MemOpantbie GeJIKH 4acTo COOUPAIOTCSI B KPYIHbIE KOMILIEKChI HE TOJBKO
JUUISL TOTO, 4TOObI YJIABIMBATH pa3jindbbie (POPMbI sHEpruu, HO U /st TpanchopMaun
BHEKJIETOYHBIX CUTHAJIOB BO BHYTpHUKJIeTouHble (CM. raaBy 15).

__— unTOXpom

cybbeamHunua M
cybbeamHmua L

BHEKJTIETOYHOE
MPOCTPAHCTBO

rmapodobHasi
cepAueBvHa
nmnugHoro 6ucnosi

LINTO30J1b

cy6beamHuua H —

Puc. 10.34. TpexmepHas CTPyKTypa GpOTOCUHTETUUYECKOTO PEeaKLMOHHOrO LeHTpa 6akTepun Rhodopseudomo-
nas viridis. CTpyKTypa pacwmpoBaHa nocpeacTBOM pPeHTreHOBCKOW ANbPaKLMM KPUCTANNO0B 3TOMO TPaHC-
MembpaHHOro 6e/IKOBOrO KomnaeKkca. KomMnieKe coctouT us yetbipex cybbegnuuy, L, M, H 1 uutoxpoma.
Cy6beguHuubl L u M dopmupytoT AP0 PeakLMOHHOTO LLeHTPa, KaXKaan U3 HUX COCTOUT U3 NATU O-CnMpanen,
nepeceKatoLLMX IMNUAHbIV BUCNON. YepHbiM NMOKa3aHO PACMOOKEHUE PA3/IMYHbIX MEPEHOCALLMX INEKTPOH
KodepmeHTOoB. O6paTUTE BHUMAHKE, YTO KOPEPMEHTbI PACcMOIOKEHbI B MPOCTPAHCTBE MEXKAY CMUPANAMU.
«CrneyuanbHas napa» monekyn xnopodunna (cm. rnasy 14) nokasaHa 6uprozoseim. (AgantuposaH pwc. J. Rich-
ardson, oCHOBAHHbIV Ha AaHHbIX M3 J. Deisenhofer et al., Nature 318: 618-624, 1985. C nto6e3Horo paspeLueHus
nsgatenbcrtea Macmillan Publishers Ltd.)
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10.2.10. MHorne memb6paHHble 6enkn andpPyHaNpPYIOT B NIOCKOCTN
memMO6paHbl

Kak u 60oJbImHCcTBO MEMOPAHHBIX JIUIHIOB, MeMOpaHHble OeJKH He TIePeXO/IsT
U3 OJHOr0 MOHOCJIOs1 B IPyroil (paruri-(hJior), HO BpAIaloTcss BOKPYT OCH, TIEPIEHINKY-
JISIPHOI TUI0cKoCTH 6uciost (epawamenvras oughgysus). Bosee Toro, MHOTHE MEMOPAH-
Hble GEIKU CIOCOGHBI JTaTePATbHO MUTPHPOBATH B TIpeieiax MeMOpanbl (amepanvhas
Jupchysust). B 1iepBoM sKCIIepUMEHTE, HAMPSAMYIO J0Ka3aBIIEM, YTO HEKOTOPbIe GeJTKi
ITa3MATHYECKOIT MeMOpaHbl 00JA/IAI0T TIOJ[BIZKHOCTBIO B IJIOCKOCTH GUCJIOS, KJIETKH
MBI UCKYCCTBEHHO CJIMJIN C KJIETKAMH YesoBeKa [T TTOJTydeHnsT THOPUIHBIX KJIETOK
(eemepoxapuonos). Uto6bl pasimyarh GeNKH IIA3MATHYECKONH MeMODAHBbI YeoBeKa
7 MBIIH, WCIOJb30BAIN JBa TO-PA3HOMY MeUeHbIX aHThTena. HecMoTps Ha TO uTO
CHayasia MBIINIMHDBIE U YeJoBedecKre GeJKN OCTABAINCh B MPeE/esiaX CBOMX IMOJIOBUHOK
HOBOOOPA30BAHHOTO TeTEPOKAPHOHA, TIPUMEPHO Yepe3 Toyryaca iBa Habopa OesKoB -
bYHANPOBAIM U CMENTAINCH 10 Beell KiaerouHoil moBepxHoctu (puc. 10.35).

Cxkopoctb JatepayibHoil b @y3un MeMOPaHHBIX GETKOB MOSKHO U3MEPUTD MTPHU T10-
MOIIM METOJIA 80CCMAH08AeHUs (hayopecuenyuu nocie gomoomoerusanus (FRAP).
OO6bIuHO, UHTEPECYIONTHI MeEMOPAHHDIIT OeTOK MeTAT creruduaeckoil (hyopeciieHTHO
TPyMIOi. ITO MOKHO C/Ie1aTh JIOO MTPH TOMOIIHN (PTyOPECIIEHTHOTO JINTAH/Ia, HalpuMep,
CBSI3BIBAIONIETO GesIOK MedyeHHOTo (hryopod)opoM aHTHTesa, JUO0 TP TTOMOIITH MeTOoa
pexom6uHanTHbx JIHK, mo3Bossiomniero akcrpeccupoBath GEJIOK, CITUTBIA € 3€T€HBIM
dayopectientabiM Geikom (GFP) (eM. riiaBy 9). 3areM B MaIeHbKOIT 00J1acTi MEMOPAHbI
(pyopecrieHTHYI0 TPYTITY OTGEIMBAIOT JIA3€PHBIM JIyYOM 1 M3MEPSIOT BpeMsi, HeOOXO/[IMOe
coceTHIM, HecylM HeoTOeseHnblil guran/ uin GFP MemGpanubiM GesikaM JiJist TOTo,
uto6b1 i dyHIPOBaTh B 0T6eeHHy 0 o6mactb (puc. 10.36, a). 1o MeTo/1 10TOHSIET
nomepst (hayopecuernuuu npu ghomoombenusanuu (Eluorescence Loss in Photobleach-
ing, FLIP). B a10oM 101X0/1e JIa3ePHBbIii JIyd TIOCTOSTHHO OCBEIAeT MAJIEHbKUIA YIaCTOK
MeM6paHb! U 0T6esBaeT Bee (hryopeciieHTHbIE MOJIEKYJIbI, KOTOPbie B HETO A yH -
pytot. Takum 06pa3oM, mocTenenHo OKpy:Kafolasg MeMOpaHa JuiaeTcs (ryopeciieHTHO
Meuenbrx MosiekyJr (puc. 10.36,06). Nsmepennsst FRAP u FLIP 1H03BOJISIOT paccunTaTh
koaputerTs! g Oy3nr MapKIPOBAHHBIX MEMOPAHHBIX GEJTKOB. 3HaueHus Koadutm-
eHToB b y3UN CyIECTBEHHO NU3MEHSTOTCS U1 PA3HBIX MEMOPAHHBIX OETKOB W PA3HbBIX
KJIETOK, TTOCKOJIbKY B3aMMO/ICHCTBUA C APYTUMHU GEJTKaMU B PA3HON CTETIEHN 3aMeIJITIOT
muddysuio Genko. V3Mepenust /st 6eJIKOB, KOTOPbIe HAMMeHee TO/IBEPIKEHbI ITOMY
IIPOIIECCY, MOKA3bIBAIOT, YTO KJIETOUHbIE MeMOPAHbI UMEIOT BS3KOCTb, COMOCTABUMYIO
C BS3KOCTBIO OJIMBKOBOTO MacJia.

OmunM u3 nepocratkoB MeTozioB FRAP u FLIP aBigercs tor dakT, 4To OHU IMO-
3BOJIAIOT HAGJIOATh JIBUKEHNE TOJBKO KPYITHBIX MOIYJIAINH MOJEKYJT B OTHOCUTETHHO
GoJIbINOI 06JacT MeMOPAHBI; OHU He TIO3BOJISIOT CJEUTh 32 OTIEJbHBIMU OeKaMu.
Hampumep, ecim 6estok He MUTPUPYET B 0TOEIEHHYIO 001aCTh, HEeJIb3s CKa3aTh, SIBJSETCS
JIT MOJIEKYyJIa HEeTIO/[BUXKHOM WJTH ee IBUYKEHNE MTPOCTO OTPaHmYeHO HEKOTOPOiT 06J1aCThIO
MeMOpaHbl, HapuMep OelKaMu IUTOCKeeTa. Memod omcaexueanus mpaexmopuil
omdenvrvix uacmuy, (single-particle tracking) nossossier mpeooeTb ATy MPOGIEMY
MyTeM MeYeHUsT OTJEJbHBIX MeMOPAHHBIX MOJEKYJ CBSA3aHHBIMHU C (hJIyOPECIIEHTHLIMU
KPACUTEIAMIA aHTHTEJAMUA WM MeJTbYallliIMKI YacTUIIAMU 30JI0Ta W HAOMOAEHUS UX
JIBIDKEHUST B BUIeOMUKpocKorie. [Ipi moMorm oTcsieknBannst TPAaeKTOPUH OTAETbHBIX
YACTHUIL MOKHO 3aIUCATh TPAEKTOPHIO [ dy3nn eIMHCTBEHHON MOJIEKYTbI MEMOPAHHOTO
6eJKa BO BpeMeHU. Pe3ysbTarhl, TTOydeHHbIe BCEMHU 3THMHU METO/[aMH, TTOKA3asH, YTo
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KNETKA KNETKA
MbILLIN YENOBEKA

e \
- MeMOpaHHbIN
MeMOBpaHHbIi CIMNSHVE 6eFJ)'IOK

Genok KNETOK

TETEPOKAPWNOH

antutena () aHTUTena (A)

K MeMBpaHHOMY Genky K MembpaHHoMy Benky
MbILLKX, MEYEHHbIE Yernoseka, MeYeHHble
dryopecuevnHom (@) poAamviHoMm (@)

Bpems = 0 MUH

j WHKYBALIUA NPU 37 °C

Bpems = 40 MyH

Puc. 10.35. dKcnepumeHT, 4emMoHCcTpupyowmii anddysuio 6enKoB B nna3maTMyeckon membpaHe rub6puaHbIxX
(MBbILIMHbBIX M YeNnoBeYeCKUX) KNeToK. CHayana MblLLMHbIE U YeNOBEYECKUe BEKM COLEPHKATCA B CBOUX NOJO-
BMHKaX HOBOOOPa30BaHHOM N1a3MaTUYeCcKo MeMBPaHbI reTepOoKaprOoHa, HO CO BPEMEHEM OHW CMELLIMBAIOTCS.
[1Ba MCNONb30BaHHbIX 41 BU3yanu3aLmum 6eNKoB aHTUTENA pa3ivyatoTcs B GlyopecLEHTHOM MUKPOCKONE,
NOCKO/bKY GyOopecLenH UMeeT 3e1eHbli LLBET, a poAamMmnH — KpacHblid. (OcHoBaHo Ha L. D. Frye and M. Edidin,
J. Cell Sci. 7: 319-335, 1970. C ntobe3Horo pa3pelieHuns The Company of Biologists.)

GeJIKH TJIa3MaTHYEeCKOI MeMOPAHbI 3HAUYNTEIbHO PA3JIMYAIOTCS 110 CBOUM indy3noHHbIM
XapaKTePUCTUKAM, 3TO Mbl 0OCYJIMM HITKE.

10.2.11. benkun n nunuabl MOryT NpuAaepXnBaTbCA onpeaeneHHbIX
AOMEHOB B npefenax meMm6paHbl

[pusnanue Toro akra, uto GUOJOrUYecKre MeMOPAHbI [PEICTABJASIOT COOOI
JIBYMEPHYIO JKUJIKOCTb, CbITPaji0 GOJIBIIYIO POJIb B IIOHUMAHUU CTPYKTYPbI U (DyHKIIUI
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Puc. 10.36. UsmepeHue ckopocTu natepanbHoi auddysmm membpaHHoro 6enka merogamum potootbenmnsa-
HUA. MHTepecyoLLmMii 6e10K MOXKHO 3KCMPEeccMpoBaThb B COCTaBE XMMEPHOTOo 6e/Ka ¢ 3eneHbiM GyopecLeHTHbIM
6enkom (GFP), KoTopblii dayopecumpyeT cam no cebe. (a) B metoge FRAP B ManeHbKon 061acTu nasepHbim
Nyyom oTbenunsatoT GayopecLeHTHble MONeKybl. MHTEHCUBHOCTL GyopecLeHLMN BOCCTaHABAMBAETCS,
no Mepe Toro Kak obecLBeyeHHble MoNeKybl AnddyHAMPYIOT M3 061y4eHHON 06/1acTH, a HeoTHENEeHHble
Monekynbl anpPyHAMPYIOT B Hee (34eCb NOKa3aH BUA, CBEPXY M COOKY). KoadduumeHT guddysmm paccumTbl-
BAlOT U3 rpadmKa CKOPOCTU BOCCTAHOB/EHUSA: YeM Bbille KoadpduumeHT anddysnm membpaHHoro 6eska, Tem
bbicTpee npouncxoamT BoccTaHoBneHMe. (6) B meToae FLIP maneHbKMIA y4acToK MembpaHbl MOCTOSHHO OCBe-
waetcs, a payopecueHLma n3mepseTcs B Apyroi obnactv. dayopecueHLms Bo BTOPOK 061acTv HenpepbIBHO
CHUKAETCA, N0 Mepe TOTo KaK GyopecLeHTHbIE MOEKY/bl ee NMOKMAAIOT, @ OT6eNleHHble MONEKY/bI B Hee
BXOZAT. B KOHLLe KOHL0B BCe Gp1lyopecLieHTHbIE MONEKY/bl ByayT OT6eNeHbl, MPU YCI0BUM, YTO OHWU NOABUMKHbI
M He 3aAKOPEHbI B LLUTOCKENETE UM BHEKIETOYHOM MaTpUKCe.
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MeMGpanbl. OTHAKO CTAJIO SICHO, YTO Mpe/cTaBieHne MeMOPaHbl KaK JIUIIAHOTO MOPS,
B KOTOPOM CBOOOJIHO TIJIABAIOT Bce GEeNKY, ObLIO 3HAYUTEbHBIM YIIpolleHueM. MHorue
KJIETKU OrPAaHUYUBAIOT [[BUIKEHIE MeMOPAHHBIX OGEJIKOB IpeesiaMi OIlPE/IeJeHHbIX
obJsiacTeil B HENMPEPBIBHOM JIMIHUIHOM Oucjoe. Mbl yske 0OCY:KAaMH, KaK MOJEKYJIbl
6aKTepUOPOIOTICHHA B Ty PITypHBIX MeMOpanax Halobacterium co6upaiorcst B KPyIHbIe
JIByMEpHbIE KPUCTAJLIbI, B KOTOPBIX OT/IE/IbHbIE MOJIEKYJIbI IPAKTHYECKU HETO/[BUKHDI
oTHOCUTEBHO APYT Apyra (em. puc. 10.32); Takoro poja KpyIHbie arperatbl 1uddyH-
JIUPYIOT OUEHb ME/IJIEHHO.

B snurenmanibHbIX KJIETKAX, BBICTUJIAIONINX, HAIPUMED, KEIYA0UHO-KUIIEUHbII
TPAKT WK TIOYEYHbIE KAaHAJIBI[bI, Ope/ieieHHbIe (DEPMEHTBI 1 TPAHCIIOPTHDBIE OEJTKY TLIA3-
MaTUYECKON MeMOPaHbl COIEPKATCS TOJIBKO HA AlTUKAIBHOI TTOBEPXHOCTU KJIETOK, TOTA
Kak Jpyrue — ToJIbKO Ha GasaabHoii 1 JaTepanbHoii nopepxuoctsax (puc. 10.37). Takoe
aCUMMETPUYHOE PacIpesiesienne MeMOPAHHbBIX OeJIKOB 4acTo HeoOXOAMMO it (hyHK-
uonnpoBanua suutenus (cM. obcy:xkaenne B raasax 11 m 19). Jlunmaubii cocras
9TUX JIBYX MeMOPAHHBIX JOMEHOB TAKXKe PA3IUYAETCs, CJIEJ0BATENbHO, IIMUTETUATD-
HbI€ KJIETKH CIOCOGHBI OrpaHuuuTh UG Py3uio MeKAy JOMeHAMU He TOJbKO MOJIEKY.JI
6esKoB, HO ¥ Jumi10B. OHAKO SKCIEPUMEHTBI ¢ MEYEHBIMU JIMITUIAMK TIOKA3aJI1, YTO
TaKue OrpaHUuYeHust JeUCTBYIOT TOJbKO HA JIUIK/IbI BO BHEITHEM MOHOCJOE MEeMOPAHbI.
Bapbepbl, cozaaBaeMbie 0COOBIM THIIOM MEKKJIETOYHBIX KOHTAKTOB (HOCSIINX Ha3BaHHe
NJOMHBIX COCOUHEHUL, WA 3ANUPAIOUUX 301, CM. TaaBy 19), MOAIEPKUBAIOT pas/e-
JieHre Kak GeJIKOBBIX, TaK U JHUIUAHBIX MOJieKy1. OueBUIHO, 4TO MeMOpaHHbie OeKH,
00pasyIolne 9T MEKKJIETOUHbIE COeIMHEHNsT, He MOTYT JarepaibHo AuddyHmpoBarh
BO B3aMMO/IEHCTBYIONUX MeMOpaHax.

Genok A

/

nnasmarmyeckas
MeMbpaHa

natepanbsHasi
nnasmarumyeckast
MeMbpaHa

NMOTHBIN
anvkanbHas KOHTaKT
\ 6enok B

GaszanbHasi
nnasmarmyeckas
MeMbpaHa

/
6asanbHasi nnacTuHka

Puc. 10.37. Kak aukeHne membpaHHbIX MOJIEKYN MOXKET 6bITb OrpaHMYeHo npeaenamm onpeaeneHHoro
AoMeHa. Ha JaHHOM M306paXKeHnn anuTennanbHoM Knetkm 6enok A (Ha anvMkanbHoit membpaxe) 1 6enok B
(Ha 6a3anbHOM MembpaHe) crnocobHbl natepanbHO AnddyHAMPOBaTL B Npeaenax CBoMX AOMEHOB, HO He MoryT
NPOHUKATb B APYroi oMeH. 10 KpaiiHei Mepe YaCTUYHO 3TO MOXKHO 0B BACHWUTL HAZIMUMEM CMELMANN3NPOBAH-
HbIX MEYKK/IETOUHbIX KOHTAaKTOB — M/IOTHbIX COeAMHEHWI. JIUNUAHbIE MOMEKY/bl BO BHELHEM (HeuuTonaas-
MaTMYECKOM) MOHOC/I0€ Ma3MaTUYEeCcKo MembpaHbl TakKe He MoryT AnddyHAMPOBATL MeXay LOMEHaMM;
OZLHaKO IMNUAbI BO BHYTPEHHEM (LIMTOMNIa3MaTUYECKOM) MOHOC/I0€ MOTYT (He MOKasaHo). basasibHasA NaacTMHKa
npeacTaBaseT coboi TOHKMI CIOM MEKKIETOYHOTO MAaTPUKCA, OTAENAIOLLMI SNUTENIMANbHBIE KNETKM OT ApYTuX
TKaHe# (cm. rnasy 19).
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Kunerka mozker co3arh MeMOPaHHBIA JOMeH (€3 PUBJIEUEHMS] MESKKIETOUHBIX KOH-
TakToB. CriepMaTo301/] MJIECKOMHUTAIONINX, HATIPIMED, MIPECTABJISIET COO0I €IUHCTBEHHYIO
KJIETKY, COCTOSIIIYIO M3 HECKOJBKUX CTPYKTYPHO U (DYHKI[MOHAJIBHO Pa3JINYaIONIUXCs
yacTeil ¥ IOKPbITYIO HEITPEPbIBHOIM MeMGpanoii. [Ipu Hab/moieHy criepMaTo301/1a Py 1o~
MOIIU UMMYHO(DJIYOPECIIEHTHON MUKPOCKOITHK ¢ HAOOPOM aHTUTE], KK/0E U3 KOTOPHIX
pearupyer ¢ Onpe/leJIeHHON MOJIEKYJIONW Ha MOBEPXHOCTU, BU/HO, YTO ILJIA3MATHYECKAst
MeMOpaHa COCTOUT M3 IO KpaiiHeil Mepe Tpex pasmumuHbix gomeHoB (puc. 10.38). He-
KOTOpbIe MeMOpaHHble MOJIEKYJIbl MOTYT CBOOOAHO M PYHAUPOBATD B IPEIETAX CBOETO
noMena. Mostekyisiprast ipupojia «3abopay, He TI03BOJISIONIEr0 MOJIEKYJIaM MOKU/ATh
JIOMeH, Heu3BecTHA. J[pyrue KjieTku Takke 06J1a/1al0T CXOIHbIMEI MeEMOPaHHbBIMU «3a60pa-
MI», KOTOpbIE OrpaHnunBaioT AU y3uio MeMOPAHHBIX OEJIKOB OIPE/IEJIEHHBIM JJOMEHOM.
[Lna3zmarnueckast MeMOpaHa HEPBHBIX KJIETOK, HAIPUMED, COIEPKUT JOMEH, BKIIOUAIONUI
B ceOsl TeJI0 KJIETKU ¥ JIEHPUTDI, 1 JIOMEH akcoHa. B paHHOM ciyuae mpemosaraercs,

BepXxHAA 4acCTb
ronoBku

] HWXKHAA YacTb
:I ronoBKun

XBOCT

a)

Puc. 10.38. Tpu foMeHa B N1a3maTUUecKoii membpaHe cnepmaTto3oMaa MOPCKOM CBUHKM. (a) Cxema cnep-
MaTo30MZa MOPCKOW CBUHKKU. Ha Tpex napax mmnkpodoTorpaduii pasoBo-KOHTPACTHblE MUKpOdpoTorpadmm
PacnoNoXKeHbl €s1e8d, @ UMMYHOGNYOPECLLEHTHOE OKPaLLMBAaHWE NOBEPXHOCTU TOM Ke KNeTKU — crpasa.
Pa3nunyHble MOHOK/IOHaIbHbIE aHTUTENA, CENIEKTUBHO CBA3bIBAKOT MO/IEKY/IbI Ha (6) NepeaHel YacTu roNoBKy,
() 3agHe yacTu ronosku u (r) xsocte. (MukpodoTorpadum npmuseseHbl ¢ NtobesHoro paspelleHus Selena
Carrol n Diana Myles.)
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a) 8)

6) 2)

Puc. 10.39. YeTbipe cnocoba orpaHMYeHUs naTepasibHOM NOABUXKHOCTU onpeaeneHHbIX 6e/1KoB naasmaTtu-
yeckoi membpaHbl. (a) benkn moryT camoopraHM30BbIBaTLCA B KPYMHble arperathl (Kak 6akTeprMopoaoncuH
B NypnypHbIX MembpaHax Halobacterium); oHM MOTYT GUKCUMPOBATLCA 3a CYET B3aUMOAENUCTBMI C aHCambasimm
MaKpomosiekyn (6) BHe MUK (B) BHYTPU KAETKU; MAN OHM MOTYT B3aMMOAENCTBOBATb C 6esIKkamu Ha NoBepx-
HOCTM [ PYrOM KNeTKMU.

41O YacTh Gapbepa (POPMUPYET TOSIC AKTUHOBBIX (PUIAMEHTOB, KPEIIKO CBSI3AHHbIN C I1J1a3-
MaTHUYECKOI MeMOPaHOIl B MeCcTe COeJMHEHNUs TeJla KJIETKH U aKCOHA.

Ha puc. 10.39 nokasatbt yerbipe HanbGosiee pacipocTpaHeHHbIX ClIOCO0a MMMOOUTU3AIUI
OITpe/IeIEHHBIX MeEMOPAHHBIX OEIKOB MOCPEICTBOM Ge/IOK-OeIKOBBIX B3aNMOIENCTBHIL.

10.2.12. LuTocKenet KOPTUKaNbHOrO C/10A Npugaer membpaHam mexa-
HUYECKYI0 MPOYHOCTb 1 orpaHnumnBaet gudpPpysmio membpaHHbIX 6enkos

Kak nokaszano na puc. 10.39, 6 u 6, 00bI4HbBII CIIOCOO OrPAHIYEHNS TATEPATBHOI
HOJIBUSKHOCTH OTIPe/IEJIEHHBIX MEMOPAHHBIX GEJIKOB — TIPUKPEIUIEHNe UX K aHCaMOJIsIM
MaKpOMOJIEKYJT ¢ 06erX CTOPOH MeMGpanbl. Harpumep, XapakTepHast IBOSTKOBOIHYTasT
dopma kpacubix Kaetok kposu (puc. 10.40) o6bscHsETCS B3auMOAEHCTBUAMI GEIKOB
UX TIa3MAaTUYECKON MeMOPAHBI ¢ HIZKETEKANUM YUmocKeaemoM, KOTOPbId GoJIbIei
YacTblo COCTOUT M3 cetu (puOpUIIsipHOro Gesika cnekTpuHa. CIeKTPUH TIpe/ICTaBIIsIeT
co60ii JIMHHBII, TOHKWIT, THOKUI cTep:keHb a0l 0koJio 100 um. OH siBJIsSIeTCS IPHH-
[UMTUIATHLHBIM KOMITOHEHTOM IIUTOCKeJIeTa SPUTPOITUTOB U TIO/JIEPIKUBAET CTPYKTYPHYTO
[eJIOCTHOCTD 1 (DOPMY MIa3MaTHIeCcKOit MeMOPaHbl — eIMHCTBEHHOI MeMOPAHBI KPACHOIT
KJIETKH, TIOCKOJIBKY OHA He 00JIa/IaeT S/[POM WJIN APYTuMu opradesiiamu. CreKTpHHOBbIH
IITOCKEJIET TIPUKPEIIEH K MeMOpaHe pas/imyHbIMU MeMOpaHHbIMI Oeikamu. B pesyJibrare
dopmupyercst sierko nedopMupyeMasi ceTb, HOKPBIBAIONIAS BCIO IUTOIIA3MATHYECKYTO
nosepxHocTb MeMGpanbl spurTporura (puc. 10.41). ClieKTpUHOBbII IIMTOCKEIET MO3BOISET
KJIETKE BBIJIEP)KMBATh CXKATHE, KOTOPOE UCIbITHIBAET ee MeMOpaHa MpH MPOXOKIeHIH
4yepe3 y3K#e Kalmuuispbl. MBIIM 1 JIOM C TEHETHYECKUMI HAPYIIEHUSIME CIIEKTPUHA
CTPAJIAIOT aHEMUEH, U UX SPUTPOLMTBI UMEIOT cheprueckyio (popmy (BMECTO ABOSIKOBOT-
HYTON) 1 OYeHb XPYIIKH; TSKECTh aHEMUH 3aBUCUT OT YPOBHS HAPYIICHUS CHIEKTPUHA.

AHAJIOTHYHAS, HO 3HAYUTETBHO GoJiee Pa3BUTAs U CJIOXKHAS CETh IINTOCKETIETa pac-
MOJTAraeTcs Mo/ TUIA3MaTHYeCKoi MeMOPAHOii GOJIBITIMHCTBA KJIETOK HAIero teja. Jra
CeTh, COCTABJAIONIAs KOPTUKAJIbHDBIA CJIOH (MM KOPTEKCE) IUTOMIA3Mbl, oGoraijeHa
AKTHHOBBIMU (DUTAMEHTAMH, KOTOPbIE Pa3HOOOPA3HBIMU CIOCOGAMU TPUKPEILISIOTCS
K IJ1agMaTudeckoil Memopane. Koprekc KJIeToK, 00JIaIaloNiX SPOM, COJIEPIKHT CTPYK-
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| I—
5 MKm

Puc. 10.40. MukpodoTtorpadpus 4enoBe4eCKUX 3PUTPOLUMTOB, NOy4EHHAA NPU MOMOLLU CKaHUpYLOLWEero
3N1EKTPOHHOro MUKpPOCKoNa. KNeTkn MMetoT ABOAKOBOTHYTYIO GOPMY M NLLIEHbI A4PA U KaKUX-TMBO Apyrnx
opraHen. (C nobesHoro paspelueHusa Bernadette Chailley.)

TYPHO TOMOJIOTHYHbIE CIIEKTPUHY OEJIKU U JIPyrie KOMIOHEHTBI IUTOCKENETa KPACHBIX
KPOBSIHBIX Tesiell. Mbl 00Cy/IUM KOPTHKAJIbHbBIN IIUTOCKENET SI/IEPHBIX KJETOK U €ro
B3aMMO/IEHCTBIE C IJTa3MaTHYECKO MeMOpaHoii B riase 16.

Koprukaibhas ceTh IUTOCKEJETa, JIEKAIast 1oJ| MIa3MaTHuecKoil MeMOPaHoi,
orpannuuBaer [ dy3uio He TOJBKO TeX GEJKOB, KOTOPbIE HANPSAMYIO C Hell CBSI3aHbI.
ITockosbKY Ghunamenmol yumocke.ema 4acTo pacloaraloTcsi OueHb GIN3KO K IIUTO-
M1a3MATUYECKON TTOBEPXHOCTH MeMOPAHbI, OHU CIIOCOOHBI CO3/[aBATh MeXaHUYeCKHe
6apbepbl, Mernaione cBOGOAHON M dysun MeMOpaHHBIX OETKOB. JTH Gapbepbl pas-
JesSioT MeMOpaHy Ha MaJleHbKHe JJoMeHbl, win koppaau (puc. 10.42), Kotopbie MOTYT
GbITb KaK MOCTOSIHHBIMU, Kak B criepMarosonjie (cM. puc. 10.38), Tak 1 BpeMEHHBIMU.
Bapbepbl MOJKHO OGHAPYIKUTD NP BHICOKOCKOPOCTHOM OTCJIEKUBAHUU TPAEKTOPUH OT-
JIeJTbHBIX MeMOPaHHBIX 6eKoB. Beskn 6p1cTpo nddyHANpPYIOT, HO TOJBKO B Mpe/iesiax
KOppaJieil; 0/IHAKO WHOT/IA TEIJIOBOe JIBIKEHNE 3aCTaBJIeT KOPTUKAIbHbIE (PIIAMEHTHI
BPEMEHHO OTOMTH OT MeMOPaHbI, U OEJIOK MOXKET MePEUTH B COCETHION KOPPAJD.

Hackosbko TpancMeMOpaHHbIil GeJIOK OrpaHiyeH KOppaJjieM, 3aBUCHT OT €ro B3awu-
MOjieiicTBUl ¢ ApyruMu OefKaMu U OT Pa3Mepa ero IUTOILIa3MAaTUYeCKOro JOMEHa;
GesikaM ¢ KPYITHBIM [IUTOILIA3MATHYECKUM JIOMEHOM OY/IET CJIOKHEE IPEOIoJieTh Gapbep.
Hanpumep, Korjia perentop Ha HOBEPXHOCTU KJETKU CBSI3bIBAETCS C BHEKJIETOUHOIT
CUTHAJIBHON MOJIEKYJIOM, HA IUTOIIA3MATHYECKOM JIOMeHe PEIENTOPa BhICTPAUBAIOTCS
KpYITHbIe GEJKOBbIe KOMILJIEKCBI, YTO HE TI03BOJISIET PELENTOPY HOKUHYTb €r0 KOPPaJib.
Cuuraercsi, uto o6pazoBaHie Koppajieil criocoOCTBYeT KOHIEHTPAIMN aKTHBUPOBAHHBIX
CUTHAJIBHBIX KOMILTEKCOB, YTO YBEJUUYMBAET CKOPOCTb U A(DHEKTHUBHOCTD ITPOIECCOB
curnasm3aiyn (eM. TaBy 15).

3akKoueHve

Xomsi aunudnowl 6ucaot onpedensem 6a308yio CMPYKMYpY OUOSOZUUECKUX
MemOpan, Geaxu omeeudaiom 3a GOJILUUHCINEO MEMODAHHBIX (DYHKUUU, GKAIOUASL
cneyuuueckyio peyenyuio, epMenmamusHyo aKkmueHoCmo, MPAHCNOPM MOLEKYJL
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u max daznee. Munozue membpannvie besxu npoxodsm ueped aunuonvii 6ucaou. He-
KOMopbvle U3 IMUX MPaHcMeMOPantvlx 6esKo8 s8A0MCst 00HONPOXOOHVIMU — UX
noaunenmuonas uenv nepecexaem 6ucaol 6 sude 00HoU o-chupaiu. /Ipyeue npedcmas-
JS0M c000U MHO20nPOX0OHbLE OeaKU, Y KOMOPbIX NOAUNENMUOHAS yenb nepeceKkaem
OuUCI0t HECKOILKO pas — ubo 6 opme o-chupanetl, au60 Kax B-aucm, ceepuymolil
6 3amKHymowLi 6ouoHok. Bee beaku, yuacmeyouue 6 mpancmemopanHom mpancnopme
UOHOG U OPY2UX MATBIX B000PACNBOPUMBLY MOJEKY.L, ABAIOMCSL MHOZONPOXOOHIMU.
Hexomopule cesizanmvie ¢ membpanou 6eaxu He nepecexaiom OUCIOU, 8MeCo 3Mozo
OHU CBSA3LIBAIOMCSL C NOBEPXHOCLIO MEMOPaHbL. dacmov u3 HUX npukpenisiemcs 3a cuem
HEK0BAIEHMHBIX 83AUMOO0EUCMEUTL ¢ MPAHCMEMOPAHNBIMU OESKAMU, YACTND — 3d CYem

aktup  SAAYUAH
y3rnoBoMn
KOMMMeKC ——_
anmep NOBTOPSIOLLMICA JOMEH,
CrneKkTpuHa cogepxatyuin 106
aMVHOKUCIOTHBIX OCTaTKOB
/ aKTWH i
NH
CNeKTPUH ™~ ’
6er/0|<

nonocsl 4.1 \ ortene
TPONOMMO3WH / \ \ \
H,N

2/
BenoK nonoch 4.1 MoABWKHOE COeUHEHE
aHKNPUH HooC Mexay AoMeHaMu

6enok nonockl 3 FAMKOOPHH S-uenb
a) 100 Hm
Puc. 10.41. CneKTpUHOBbI LUTOCKENET Ha LLTON/Ia3MaTUYeCcKoi
CTOPOHE Na3maTM4eckoil membpaHbl YeN0BEeYECKUX KPacHbIX
K/NIEeTOK KpoBM. (a) M306pakeHHasn Ha cxeme OpraHuM3aumsa Lu-
TocKeneTa 6osblei YacTbto NonyYyeHa M3 UCCNefoBaHUI B3an-
MOZAEWNCTBUA OUULLEHHbIX B6enKoB in vitro. Aumepbl CNekTpuHa
(yBennyeHHoe n306bparkeHne NoKasaHo Crpasa) CBA3bIBAOTCA APy
C APYrom B C€Tb NOCPEACTBOM «y3/10BbIX KOMMIEKCOB» (yBesMn-
YeHHoe M30bparkeHune cs1eea). Kaxapli retepogmmep cnekTpuHa
COCTOMT U3 ABYX aHTUNaPa/IE/bHbIX, CBOBOAHO NepenneTeHHbIX,
TMBKMX MONMNENTUAHbIX Lienei, 06o3HaYaembix o v B. [lBe uenu He-
KOBA/IEHTHO CBA3aHbI APYr C APYroM B HECKO/IbKUX TOUKAX, BKOUAS
KOHLbI MoneKynbl. Lienu o B coctonT bonblueit 4acTbio M3 NoBTOPA-
aKTUH FOLLIMXCA LOMEHOB. Y3/10Bble KOMMNIEKCbI COBMPAOTCA U3 KOPOTKMUX
:oy;";'ﬁ:;c"g aKTVHOBbIX GUNAMEHTOB (coaepKalLmx 13 aKTMHOBbIX MOHOMEPOB),
6enka nonocsi 4.1, a00yyuHa n MoNeKyAbl MPONOMUO3UHA, KOTO-
pas, No-BUAVMOMY, ONpesenseT AIMHY aKTMHOBOTO GUIaMeHTa.
Liutockenet cBsAzaH ¢ membpaHoi AByMA TpaHCMeMbBPaHHbIMU
6) 6e1KaMM —MHOroNPOXoAHbIM 6e/1KOM M0s10Ck! 3 U OLHOMPOXOAHbIM
21uKogopuHoM. TeTpamepbl CMEKTPUHA CBA3AHbI C HEKOTOPbIMU
6esKkamu Nonockl 3 NOCPEACTBOM MOJEKYN GHKUPUHA, @ C Tn-
kodopmrHoM 1 Benkom nosockl 3 (He NokasaHo) — yepes 6enkun nonocbl 4.1. (6) IneKTPOHHanA MUKpPodoTO-
rpadus LMTOCKEeNETa Ha LUTONIA3MaTUYECKOWN CTOPOHE KNETOYHOM MeMBpaHbl KPAaCHOM KNETKM KpoBM nocne
bUKcaLmMKM M HEraTMBHOIO OKpaLUMBaHUA. CNEKTPUHOBYHO CETb UCKYCCTBEHHO PACTAHYN A4J15 TOTo, YTo6bl cTanu
BUAHbI €€ CTPYKTYPHbIE XapaKTEPUCTUKW. B HOpMasibHOW KNeTKe NoKasaHHas 061acTb CeTH CNeKTpuHa bbina
6bl 3HaUUTEIbHO Bonee NAOTHOM M 3aHMMana 6bl NPUMEPHO OAHY AecATyo 3Toi naowaau. (6, us T.Byers
and D.Branton, Proc. Natl Acad. Sci. U.S.A. 82: 6153-6157, 1985. C ntobe3Horo paspeleHms HaumMoHanbHowm
akagemun Hayk CLLA.)

AHKUPUH

CMEeKTPUH



1116 Yactb IV. BHyTpeHHAA opraHn3auuna KneTku

MeMOBPaHHbIN «cKeneT» MeMOpaHHbIe
1 accoummnpoBaHHble 6enku [OMEHbI
nnasmaTnyeckas
MembpaHa

\

/

Havarno
KOHeL|,

100 HMm / 1 MKM
a) TpaHcMeMbpaHHbIi 6enok 6)

Puc. 10.42. O6pa3oBaHue B membpaHe Koppasieil KOPTUKaNbHbIMU punameHTamm LuTockenerta. (a) Npes-
MonaratoT, 4TO TakKMM 06Pa3oM LMTOCKeNeTHble GunameHTbl co3aatoT bapbepbl ana anddysum, pasaensio-
Wue membpaHy Ha HebonbluMe AOMEHbI, AU Koppanu. (6) [na cneeHns BO BpeMeHU 3a GayopecLeHTHO
MeyeHbIMU BenKamu UCnoNb30BaNN BbICOKOCKOPOCTHOE OTCAEKMBAHWE TPAEKTOPUIN OTAENbHbIX YacTULL.
TpaeKTopmA NOKasbIBaeT, YTo MembpaHHble 6eskun AnddyHAMPYIOT B Npeaenax orpaHnYeHHbIX MembpaHHbIX
[OMEHOB (MOKa3aHbl Pas/IMYHbIMK LiBETAMM TPAEKTOPUI) U OYEHb PEAKO NMPOHUKAOT B COCEHUE AOMEHDI.
(ApganTtuposaHo u3 A. Kusimi et al., Annu. Rev. Biophys. Biomol. Struct. 34: 351-378, 2005. C ntobe3Horo pas-
pewweHua Annual Reviews.).

KOBANEHMHO C8AIAHHBIX JTUNUOHBLX ZpYnn. B naasmamuueckoil membpane scex syxa-
PUOTUYECKUX KJEMOK OONbUUHCMEO OEIKO8 HA NOBEPXHOCNU KACMKU U HEKOMOPble
MOLEKYIL AUNUI08 B0 GHEUWHEM JUNUOHOM MOHOCJI0€ HECYM KOBAJIEHIMHO CEA3ANHbLE
onuzocaxapuonvie uenu. Kax u mosexynvt aunudos 6 6ucioe, muozue memopanmoie
benxu cnocobmvl Guicmpo dughhynouposamn 6 naockocmu memobparvl. OOHaAKo KIemKu
cnocobHbL 06e306UKUEAMD ONpedesentble MeMOpantble GeaKl, d MAKKe 0ZPAHUMUCATD
osusKenue MeMOPannvlx 6eK08 U JUNUOHDIX MOJEKY NPedesam 0OMeHos 6 Henpe-
POIBHOM TUNUOHOM OUc.I0e.

3A0AYN

Kakue u3 smux ymeepoeHuii coomeemcmeyiom delicmeumenbHocmu? O6wsc-
Hume novyemy

10.1. HecMoTpst Ha TO 4TO JIMITUIHBIE MOJIEKYJIbI CBOOOAHO A DYHIUPYIOT B IO~
CKOCTU OUCJIOSI, OHU HE MOTYT cOBepIIaTh Pum-hJION-TIEPEXO/IbI U3 OHOTO MOHOCJIOS
B JIPYTOi, eciii B MeMOpaHe OTCYTCTBYIOT (hepPMEHTBI TPAHCJIOKATOPDI (hochoMIII0B.

10.2. Xots Bce yr/ieBo/ibl Ha BHENTHel TOBEPXHOCTH MIa3MaTHYeCKOI MeMOPaHb! 00-
pareHbl HApY:Ky, BCE YIJIEBO/IbI BO BHYTPEHHUX MeMOpaHaX OOpPaIlleHbl B IIUTO30JTb.

10.3. HecMmoTps Ha TO YTO XOPOIIO M3BECTHbI MeMOPaHHBbIE JOMEHBI PA3HOTO
GeIKOBOTO COCTaBa, JI0 CUX MOP He OOHAPY)KEHO MeMOPAHHBIX JIOMEHOB PA3JUYHOTO
JIATTUTHOTO COCTAaBA.

Pewume cnedyrowue 3adayu

10.4. Ilouemy, korja JUNUAHBIAN GUCIION pa3pbIBaeTCs, OH HE BOCCTAHABJIMBAET
ce6st 1yTeM (POPMUPOBAHUST «TeMUMUIIE/TBHBIX» («IOTYMUIIE/IBHBIX» ) KPaeB, Kak Io-
Kasano Ha puc. Q10.1?
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paspbiB B MUNMAHOM G1croe

l 3aKpblBaeTCcd npu nomoLn I'IOJ'IyMVILleﬂI'IbHOVI «LIano4vkm»

Puc. Q10.1. PazopBaHHbI IMNUAHBIA BUCNOW, BOCCTaHABNMBAIOLLMIACA MPU MOMOLLM TMMOTETUYECKUX KTEMU-
MULLENIbHBIX» KpaeB (3azava 10.4).

10.5. Maprapus IpOM3BOUTCS U3 PACTUTEIBHOIO Macja B XMMUYECKOM IIPOIIECCE.
Kak BbI jiymaete, pu 5TOM MPOUCXO/UT TIPEBPAIlEHNE HACBIIEHHDBIX JKUPHDBIX KUCJIOT
B HeHachlIleHHble 1in Hao60poT? OOGbsICHUTE CBOIT OTBET.

10.6. Ecou mvnuzneiii padt o6b1yHO uMeet guaMeTp 70 HM M KasK/Iast JUMUHAS
MoJsiekyJia umeer auamerp 0,5 HM, CKOJIBKO JIUIUAOB OYET Co/ep:KaTbcs B padre, Jin-
nreHHoM GesikoB? [Ipu coorHomennn 50 MOJIEKYJT JIUTIA/IOB HA O/IHY GEJKOBYIO MOJIEKYJTY
(50% Genka o mMacce) ckombKo GekoB Gyaer B tumadHoM padre? (ITorepeii unmmos
padToM 1pu BCTpanBaHuK OeKa MOYKHO MpeHeGpeyb. )

10.7. B xyaccuueckoii cTaTbhe UCCIE0BAIN TIOBEIEHNE JIUTH/IOB B JIBYX MOHOCJIOSIX
MeMOPaHbI TIPU TIOMOIIA MEYEHUS] OT/EJIbHBIX MOJIEKYJ HUTPOKCUJIBHBIMU TPYIIIAMHU,
KOTOpbIE ITIPEACTAB/IAIOT co60ii crabumbHble cBoGoanble pagukanbl (puc. Q10.2). dtu
CIIMH-MEYEeHbIe JIMMU/bI MOTYT OBITb 3aPETHCTPUPOBAHDBI TIPU TIOMOIIN CIIEKTPOCKOTINH
5JIEKTPOHHOTO MapaMarauTHOro pesonanca (IIIP), Meroza, He IOBPEKIAIOIIETO JKUBBIE
kiietky. CliH-MedyeHble JIMIMH/bI BBOJSAT B HEOOJIbIINE JIUTH/IHBIE BE3UKYJIbI, KOTOPbIE 3aTeM
CJIMBAIOTCS C KJIETKAMHU U MEPEHOCSAT MEUeHbIe JIMITU/IbI B TJIa3MaTHYeCKyi0 MeMOpaHny.

/lBa crimH-Meuenbix Qocdommnuia, mokazaHHbix Ha puc. Q10.2, BBesm TakuM
c1oco60M B MHTAKTHYIO MeMOpaHy KPacHOW KJETKU KPOo-

BU YesioBeka. UTOObI ONpeenTh, PaBHOMEPHO JI OHU o
pacIpe/Ie/IINCh 10 JIBYM MOHOCJOSIM OHCJIOSI, B CPEIY L
H N H
JN00aBIIN aCKOpénHUOBon KHCJIOTY (BI/ITUaMI/IH C), koropas HUTDOKCHHBIA
[pe/ICTaBIsieT OO0l BOIOPACTBOPUMBIIT BOCCTAHOBUTEIb- H H pagukan

HBII areHT 1 Pa3pyIIaeT Bce HUTPOKCUIbHBIE PAJNKATBI HA

noBepxHoctH Kietku. Curnan II1P nabsonanu Bo BpeMe-

HI B TIPUCYTCTBUN U B OTCYTCTBUE ACKOPOMHOBOIT KUCIOTHI, b

Kak nokasano Ha puc. Q10.3, a u 6. 0
a. IIpereGperasi pa3HuIleil B yMEHbITEHNN CUTHAJA

IIIP, o6bsicuute, oyeMy docdomnuz 1 (puc. Q10.3, @)

ObicTpee pearupyer ¢ ackopbaroMm, ueM Qocdommn 2 toccpormnma 1

(puc. Q10.3, 6). O6parure BHUMaHKE, 4T0 hocdommm 1

JIOCTUTAET IIJIATO TpUMepHO uepe3 15 MunyT, a docdon-

i/ 2 — TOJIBKO Yepe3 yac.

=z docconunug 2
Puc. Q10.2. CTpyKTypbl ABYX MEYEHHbIX HUTPOKCMAOM NUMNUAOB (3a- OJZQ
nava 10.7). HUTPOKCUABHBIN paanKan NnokasaH esepxy, a MecTo ero ke

npuKpenieHus K dochonmnuaam — eHusy.
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a) 0CoOonunnna 1 — SPUTPOLINTDI
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6) ®o0CcoOoNnUnna 2 — SPUTPOLINTDI

— ackopbat

3 100 100
S |
©
c
g 75 75
=
3 — ackopbar + ackopbar
5 50 ] 50
]
uy
o
=
3 25 25
o + ackopbat
s

0 0

0 10 20 30 0 10 20 30

e) ®ocoonnnMa 1 — TEHN SPUTPOLINTOB

2) oocCoonmnng 2 — TEHM SPUTPOLNTOB

— — ackopbar — ackopbar
X 100 100
g
(]
§ 75 75
; + ackopbat + ackopbat
g 50 50
uy
é 25 25
s
0 0
0 10 20 30 0 10 20 30
Bpemsi, 4 Bpemsi, 4

Puc. Q10.3. YMeHbLUeHWe MHTEHCUBHOCTU curHana SMP Kak GYHKLMM OT BpEMEHW B MUHTAKTHbIX KPaCHbIX KeTKax
KPOBM M TEHAX IPUTPOLMTOB B NMPUCYTCTBMM U B OTCYTCTBME ackopbaTa (3asaya 10.7). (a n 6) Pocdonnnmabl 1
M 2 B MHTAKTHbIX 3puUTpouumTax. (B 1 r) Pochonnnuabl 1 1 2 B TEHAX S3PUTPOLUTOB.

6. Uto6bI rccsieoBatTh pasHuily B yMenbliennn curtana P apyx docdommmios,
AKCIIEPUMEHTDI TIPOYOJIMPOBATN Ha «TEHSX» 3PUTPOIINTOB, KOTOPbIE TIOBTOPHO 3aMKHY THI
JUIs1 TPOHKMKHOBeHUs ackopOara (puc. Q10.3, 6 1 2). 3aMKHYTbIE TEHN KPACHBIX KJIETOK
KPOBH JIMIIIEHDI IIATOILIA3Mbl, HO WX TJIa3MaTtHyeckas MeMOpaHa He HapylieHa. B atux
aKcnepuMeHTax yMmenbienne curnaia IIIP ang o6oux dochommmnmmos npene6pesknMo
MaJio B OTCYTCTBHE acKopOata n jocturasio miato mpu 50 % B IPUCYTCTBUE acKopbara.
Kax BbI MOxkeTe 0OOBSICHUTD Pasanyns B yMeHbllennn curHaia JIIP B akcrepuMenTax
¢ Tensivu apuTporntos (puc. Q10.3, 6 u 2) 1 HOPMATBHBIMU KPACHBIMU KJIETKaMU KPOBU
(puc. Q10.3, a u 6)?

B. boum ;m pochommmmipr paBHOMEPHO pacnpesiesieHbl T0 MOHOCTOSIM MEeMOPaHbI
PUTPOIINTA?

10.8. MoHOMepHbBIE OIHOITPOXO/THbBIE TPaHCMeMOPaHHbIE GETKH TTepeceKaroT MeMOpa-
HY B BUJI€ O/IHOI o-CITIPasIH, KoTopasd o6aaeT B 06JacTH OUCTOS XapaKTePHBIMU CBOT-
crBaMu. Kakas 3 mpuBe/IeHHBbIX HIKE TIocJie/[oBaTeIbHOCTel 13 20 aMIHOKICIOT JTydIie
BCETO MOJXOUT /It (DOPMUPOBAHNUS TAKOTO TpaHcMeMOpaHHoro cermenTa? OObiacHUTE
cBoii BbiGop. (CMoTpu 01HOGYKBEHHbIE 0603HAUECHUST AMIHHOKHCJIOT B KOHIIE KHUTH. )
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A ITLIYFGVMAGVIGTILLTIS
BbITPIYFGPMAGVIGTPLLIS
B ITEIYFGRMAGVIGTDLLIS

10.9. Bbr usyuaere cBsi3biBaHMe OEJIKOB C IUTOIIA3MATHYECKON TTOBEPXHOCTHIO
KyJIbTUBUPOBAHHBIX KJIETOK HENPOOIACTOMBI U TIPUIYMAJIN METO/I, KOTOPbII JIaeT XOPO-
NIUI BBIXO/I BbIBEPHYTHIX HAM3HAHKY BE3UKYJI TIa3MaTudyeckoit MmeMOpanbl. K coskase-
HUIO, Balll 06pasel] 3arpsi3HeH Pa3JINYHbIMU KOJTMYECTBAMYI HOPMAJIbHBIX Be3UKyJ. UTo
Obl Bbl HU TPOOOBAJIM, BaM He yjaercss usbeskarb atoil mpobiembl. [pyr npejiaraer
BaM TIPOITYCTUTD BalllM BE3UKYJIbl yepe3 aPUHHYIO KOJOHKY, 3alI0JTHEHHYIO TBEP/IBIMU
TpaHyJaMu C JeKTUHOM. B 4eM CMbICJI NpesiosKeHns Balero apyra?

10.10. I'nukodopu, GeJIOK IIa3MaTHYECKOll MeMOPaHbl KPACHBIX KJIETOK KPOBH,
0OBIYHO CYIIECTBYET B (pOpPME TeTepo/IMepa, MOHOMEPBI KOTOPOTO Y/IEPKUBAIOTCS BMECTE
UCKJIIOYMTENILHO 32 CYeT B3auMOJICHCTBHIN MeXKIy TpaHcMeMOpaHHbIMU JoMeHaMu. Kak
U3BECTHO, TpaHCMeMOpaHHbIe IoMeHbl i IPodo6HbI. Torja yeM o6bsCHSIETCS BBICOKAS
creruUIHOCTh UX CBSI3BIBAHUS JIPYT C JAPYTOM?
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MemO6paHHbIN TPAHCMOPT MabiX
MONEKYN U NieKTpuuyeckmne
CBONCTBA MeMOpaHbI

[TockombKy JUMUAHBIH OUCION KJIETOYHBIX MeMOpaH BHYTpU rupodoleH, OH
He TIPOIyCcKaeT GOJIBITMHCTBO TMOJSIPHBIX MOJIeKys. BapbepHas (QyHKIUS MO3BOJISIET
KJIETKe TTO/IEP>KNBATh ONTHMATbHbIE KOHIIEHTPAITNT PACTBOPEHHBIX B ITTO30JI€ BETIECTB,
OTJIMYATOTIECS OT KOHIIEHTPAIM BO BHEKJIETOUHON JKUAKOCTH 1 B KAXKJOM M3 BHYTPH-
KJIETOYHBIX MeMOPAHHBIX KOMIApTMeHTOB. OHAKO, /IS TOTO YTOOBI ATOT Gapbep Mpu-
HOCHJT TIOJTb3Y, KJIETKH JIOJIKHBI YMETb MEepeHOCHUTH OIpe/ieJIeHHbIe BOJOPACTBOPUMbBIE
MOJIEKYJIBI 1 MOHBI 4epe3 MeMOpaHy. JTO HeOOXOANMO /U1 TIOTJIOEHNS MTUTATEeTbHBIX
BEINECTB, BBIJIC/ICHNS MTPOYKTOB METAb0IM3Ma U PETYIAINN BHYTPUKJICTOYHBIX KOHIIEH-
Tpalyii MOHOB. KIteTKM MCIoMb3yIoT CIelMan3upOBaHHbIe TpaHCcMeMOpaHHble OesKi
[T TPAHCTIOpTa HEOPTaHWYECKMX MOHOB W MAJbIX BOJOPACTBOPUMBIX OPTaHMYECKUX
MOJIEKYJ Yepe3 JIMMUAHBIN Guciaoil. KieTkn Takske crocoGHBI MEPEHOCUTD Yepe3 CBOM
MeMOPaHbl MAaKPOMOJIEKYJIbI M Jla’ke KPYIHbIE YacTHIbI, HO MEXaHU3MbI TUX TIPO-
11eCCOB B GOJIBIIMHCTBE CJIyYaeB OTJIUYAIOTCS OT TPAHCIIOPTA MAJIBIX MOJIEKYJ, U MBI
o6cy M ux B TiaBax 12 u 13. BaykHoCTh MEMOPAHHOTO TPAHCIIOPTA OTPAKAETCST B TOM,
4TO B GOJIBIIMHCTBE OPTaHU3MOB TPAHCHOPTHBIE OEIKM KOAUPYIOTCS OOJBITUM YUCJIOM
reroB. Tpamncrnoprtibie Geqkn cocTaBstior 10 15—30% MeMOPaHHBIX GEJTKOB KJETKH.
Hexkotoppbie crienmaamsnpoBaHHble KJIETKH MJICKOTTUTAIONINX MCTIOMb3YIOT /10 IBYX Tpe-
THUX BCEU CBOEI MOTJIONIEHHOI MeTaGoJMuecKoil 9HePTHH Ha TIO/IEPsKAHIEe TIPOIECCOB
MeMOPAHHOTO TPAHCIIOPTA.

Mpbl HauHeM 3Ty TJIaBy C ONUCAHUS HEKOTOPBIX OOMIMX TPUHIMIIOB TOTO, KaK
MaJible BOJOPACTBOPHUMbIE MOJIEKYJIBI MTPEOJI0JIEBAIOT KJETOYHbIE MeMOpPaHbl. 3areM
MBI TI0 O4Yepe/ln PACCMOTPUM JIBa OCHOBHBIX KJacca MeMOPDAHHBIX OeKOB, KOTOpbIE
OTIOCPEYIOT TPAHCIIOPT MOJIEKYJT Yepe3 JIMIMUIHBINA 6ucyioii. K HUM oTHOCSTCS mpaHc-
nopmepwvt, KOTOpbie 06JIAIAIOT NOJBIKHBIMU YACTSIMU JIJISI TPAHCIIOPTA CIIETMPUUECKUX
MOJIEKYJT Yepe3 OUCTIO, 1 KaHAIbl, KOTOPbIe (POPMUPYIOT Y3KYIO THAPOMIIBHYIO TTIOPY,
CIOCOOCTBYIONIYIO TTACCHBHOMY TPAHCMEMOPAHHOMY [IBUJKEHUIO MOJIEKYJ, B OCHOB-
HOM MAaJIeHbKMX HEOPraHWYecKUX HMOHOB. TpaHcrmoprepbl MOTYT OBbITh CONPSIKEHBI
C MCTOYHUKOM 3HEPTUH, MO3BOJIAIONUM WM KaTaJIn3MPOBATh aKTUBHBIN TPAHCIIOPT.
OObeHeHNEe CeJEKTUBHON MACCUBHON TPOHMUIIAEMOCTH U aKTHBHOTO TPAHCIIOPTA
TIPUBOJNT K 3HAYUTEIBHBIM PAa3JIMUNAM MEXIY COCTABaMU ITUTO30Jd, BHEKJIETOYHON
cpenapl (Tabmmna 1.11) 1 KUIKOCTH B 3aMKHYThIX MeMOpaHHbIX opranesiax. Cosmasas
PasJIMuusT KOHIIEHTPAINIT MOHOB Yepes3 JIMIHU/HBIN OUC/IOi, KIeTOuHbie MEMOPaHbI 3a-
TacaroT TTOTEHINATBHYIO JHEPTHIO B hOpMeE 3TEKTPOXUMIYECKUX TPAUEHTOB, 34 CYET
KOTOPBIX ITPOTEKAIOT Pa3JIMYHbIe TPAHCIIOPTHBIE TIPOTIECCHI, TIEPEATOTCS AJIEKTPUYECKIE
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Tabnuua 11.1. CpaBHEeHME KOHLEHTPALUIA MOHOB BHYTPU U CHaPYKMU TUMMUYHOM KNETKU MIEKOMUTAIOLLUX

KaTnoHbl

Na*t 5-15 145

Kt 140 5

Mg?* 0,5 1-5

Ca%* 10* 1-2

H* 7 x10° (1072 M uan pH =7,2) 4x10° (1074 M nnu pH = 7,4)
AHVOHBI*

Cl- 5-15 110

*Kilerka JJ0JKHA CoepsKaTh PaBHOE KOJMYECTBO MOJIOKUTENbHBIX U OTPUIIATEJbHBIX 3apsiIoB (T.e.
6bITh a1eKTpoHelTpanbHoil). Takum o6paszoM, B momomHenne k Cl KleTka COMEPKHUT MHOMKECTBO JIPYTHX,
He TIePeYNCIEHHBIX B ATON TaOJIHIe aHHOHOB; Ha CaMOM JieJie GOJIBIITIMHCTBO COCTABJISAIONINX KJIETKY COeITHEHUET
3apsKEHDbI OTPUIATETbHO (HCOs, PO 43, 6eJIKI, HYKJIEMHOBbIE KUCJIOTBI, MeTaG0NThI, Hecyime dhocdaTHbie
M KapOOKCHJIbHBIE TPYIIIBI, W T.J.). 3/eCh NMPHBEAEHbI KOHIEHTpaIi cBoGoAHbIX nmoHos Ca*t m Mg?'.
B kaetkax B o6meit cioskroctn okoso 20 MM Mgt 1 1—2 MM Ca?*, Ho GOJTBIIMHCTBO 5THX WOHOB CBSI3aHbI
¢ GeIKaM¥ ¥ IPYTUMHI COEIMHEHUSIMU U, B CJIy4ae KaJbIlUs, 3alaceHbl B PA3JIUYHBIX OpraHe/IIax.

CUTHAJIBI B BO30YAUMbIX KJeTKaX 1 (B MUTOXOH/PHAX, XJOPOILIACTAX U GAKTEPUSIX )
cunTesnpyercs 6osibinast yactb ATP. Harrre o6cyskienne Gy ieT B OCHOBHOM TTOCBSIIIIEHO
TPAHCIIOPTY Yepe3 IIa3MaTHYecKylo MeMOpaHy, HO CXO/HbIe MPHHIUIbBI JIEHCTBYIOT
BO BCEX OCTAJIbHBIX MeMOPaHaX 9YKAPUOTHIECKUX KJIETOK, O YeM MbI IOTOBOPHM B TI0-
CJIelYIONIUX IJIaBax.

B nocsiesineit yactu aToM TJ1aBbl MbI 110 OOJIbIIIEN YaCTH CKOHI[EHTPUPYeMCcsi Ha (DyHK-
[USAX HOHHBIX KAHAJIOB B HelipoHax (HEPBHBIX KJeTKax). B aTux KjaeTkax GeKu KaHaIoB
(PYHKIIMOHMPYIOT Ha BbICOYAliIeM ypoBHE 3(PEKTHBHOCTH, MO3BOJIASA CETIM HETPOHOB
pelaTh BCe YAMBUTE/IbHbBIE 33/laUd YeJ0BEYECKOr0 MO3ra.

11.1. MpuHUMNbI MeMOpPaHHOro TpaHcnopTa

Mbl HauHeM 3TOT pas/iesl ¢ ONUCAHUA TIPOHUIAEMOCTU UCKYCCTBEHHBIX, HE COZep-
JKarmux OeJIKU JIMMUIHBIX OUCI0eB. 3aTeM Mbl BBEJIEM HECKOJIbKO TEPMUHOB, HMCIOJIb-
3YIOIIUXCS [ OIUCAHUST PA3IUIHBIX (DOPM MEeMOPAHHOTO TPAHCIIOPTA, U PACCMOTPUM
HEKOTOPbIE I0/IXO0/Ibl, IPUMEHSIEMBIE JIJI1 XaPAKTEPUCTUKU OEJIKOB U [IPOIECCOB.

11.1.1. JInweHHble 6eNKOB NUNNUAHbIE 6UCION HeNnpoHNL,aeMbl
ANA NOHOB

[Tpu oCTaTOUHOM KOJIMYECTBE BPEMEHU, TIPAKTUYECKH JH06ast MOJIEKYJIa MPOiiieT
4yepe3 CBOOOIHBIN OT GEJIKOB JIMIUIHBIN GUCJION TI0 TpaineHTy KoHieHTpain. OHAKO
cropocTb G dy3un 3HAYNTETHHO U3MEHSIETCST M 3aBUCUT YACTHYHO OT Pa3Mepa MOJIEKY-
JIbI, HO B OCHOBHOM OT OTHOCUTEJIBHON pacTBOpuMOCTHU B MacJie. UeM Gostee TuipoholHa,
WJTH HETIOJISIPHA, MOJIEKYJIa, TeM ObicTpee oHa Gyjier aud@yHanpoBaTh Yepes JUI/HbIIT
Gucnoit. Manenbkue HenojAapHble MoJekybl, Hanpumep O, u CO,, Jerko pacTBopsi-
I0TCSI B JIMIIUAHBIX OMCIOSIX U, CJIEI0BATENbHO, OBICTPO depe3 HuxX Au@yHAupyIoT.
MausteHbKre He3apsiKeHHbIe TOJISIPHbIE MOJIEKYJIbI, TAaKNe KaK BOJA UM MOYEBUHA, TaK-
xe muddyHAUpYIOT Yepe3 6ucIoi, HO 3HaunTeabHo Meanennee (puc. 11.1). C apyroit
CTOPOHBI, JIUTUIHDBIE CJIOU TPAKTHYECKN HEMPOHUIAEMbI /IS 3aPSKEHHBIX MOJIEKYJT
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0,
co,
MAOPOGOBHBIE
MOMEKYJTbI 2

FOPMOHbI

HEBOJbLUNE

Puc. 11.1. OTHOCUTENbHAA NPOHULLAEMOCTb UCKYC-
CTBEHHOrO IMNUAHOTro 6MCNOA ANA Pa3NYHBIX Knac-

— COB MO/IEKY/. YeM MeHbLLe MOIEKYNa U, YTO BaXHee,
Yem cnabee OHa CBA3bIBAETCA C BOAOM, TeM bbicTpee

cTepoungHblie

OHa AndPyHANPYET Yepes AMNUAHbIN BUcnoi.

(MOHOB), BHE 3aBHCHMOCTH OT UX pa3Mepa:

H,O
HE%%%%”;EEEHE MOHewHa: 3ap4/l U BbICOKUI YPOBEHb TUIpaTaliuu Ta-
MOJEKY/bI KUX MOJIEKYJI He TIO3BOJISIET UM IPOHUKHYTh

muuepuH

BOMbLUVE
HE3APSKEHHBIE Miokosa
MONEKYIbI

H* Na*
HCO, K*
MOHbI Ca?* CI-

Mg?*

BbICOKas NpoHMULaemMoCTb

10
H,O
10"
MOYEBUHA
MUUepuH I
10
TpunTodaH
rnoKo3a
~10°
Clm — 10710
Kt —

Nat —— 10712

—10 "

HU3KaaA NPOHNLIaeMOCTb

B yrieBogopoanyio dasy Gucios. Takum
06pa3oM, CHHTETUYECKHE JIUIUIHbIE GUCION
B 10° pa3 Gosiee MPOHMIAEMBI /7St BOJIBL, YeM
JUISL TAKMX MAJIEHBKIX HMOHOB, Kak Na® uim
K* (puc. 11.2).

11.1.2. CywecTByeT ABa OCHOBHbIX
Knlacca MeM6paHHbIX TPAaHCNOPT-
HbIX 6@NKOB: TpaHCNOpTepbl 1 Ka-
Hanbl

L Kak u ucKyccTBeHHbIE, KJIETOYHbBIE
MICKYCCTBEHHEIA  NeMGpaHbl TPOHUIAEMbI /1 AUPysun
nmnngHbin Gucnoi
BO/IbI U HETIOJISIPHBIX MOJTEKYJT. OTHAKO OHU
TaK)Ke JIOJKHBI [TPOITYCKATh PA3JINUYHbIE 110-
JISIPHbBIE MOJIEKYJIbI, TAKIE KAaK HOHbI, Caxapa, aMUHOKUCJIO-
ThI, HYKJIEOTH/IbI U PA3HOOGPA3HbIE KJIETOUHBIE METAGOUTDI,
KOTOpbIE TEPECEKAIOT MCKYCCTBEHHbBIE JIMTH/IHbIE GUCION
oueHb MezTeHHo. CrieluaibHble MEMOPaHHbIE TPAHCIIOPTHBIE
O€eJIKH [IePEHOCSIT TaKe PACTBOPEHHbIE BEIECTBA Yepes Kie-
TOYHBbIE MeMOPaHbl. JTH OeJKN 06Jaal0T pasHoi (popMoil
U BCTPEYaIoTCsS BO BCEX THUMAX OGUOJOTHUECKUX MeMOpaH.
Kask/piii Geslok TpaHCIoOpTUpYyeT creluduIecKuii Kiace
MoJieKyJT (Harpumep, MOHOB, caXapoB WJIM AMHHOKKCJIOT)
WJTN 3249aCTYIO TOJIBKO ONPEIeIEHHbIN BUJT MOJIEKYJT IAHHOTO
kmacca. IIpoBenennbsie B S0-x rT. XX BeKa MCCIeIOBAHUS
MO3BOJIIIN OGHAPYKUTD GAKTEPUU € MyTallHeii OIHOTO reHa,
He CIocOoGHbIE TPAHCIIOPTUPOBATL Yepes3 TIA3MATHYECKYIO
MeMOpaHy caxapa. Tak nokazana crernuduaHocTb MeMOPaH-

Puc. 11.2. KoappuumeHTbl NpoOHMLAEMOCTU /1A NPOXOXKAEHUA Pa3IUYHbIX
MONEKYAN Yepes UCKYCCTBEHHDbI IMNUAHBIN 61cnoit. CKopocTb MOTOKa pac-
TBOPEHHOrO BeLlecTsa yepes 61C/Io0i NPAMO NPONOPLMOHaAbHA Pa3HOCTH
€ro KOHLEHTPaLMIA C ABYX CTOPOH MemMBpaHbl. YMHOXKeHWe 3ToM pasHoCTH
KOHLIeHTpaLwi1 (B Mob/cm3) Ha Ko dULMEHT NpoHMLEaeMocTH (B cm/c) aaeT
MOTOK PaCcTBOPEHHOTO BELLLECTBA B MO/IAX B CEKYHZY Ha KBa4paTHbIN CaHTU-
meTp 6ucion. Hanpumep, pasHOCTb KOHLEHTpauuii TpuntodaHa, pasHas
10* monb/cm3 (10%/10% n=0,1 M), aact notok 10* monb/cm3 x 107 cm/c = 10°
11 monb/c uepes 1 cm? 6ucnos, uam 6 x 10* monekyn/c Ha 1 mkm? 6ucnos.
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HBIX TPAHCIIOPTHBIX GEJKOB. Mbl 3HAa€M, YTO JIOAU CO CXO[HBIMU MYTAI[USAMU CTPAIAIOT
OT PasJINYHBIX HACJEICTBEHHBIX 3a00/eBaHnil, KOTOPbIE HAPYIIAIOT TPAHCIIOPT OIPe/ie-
JIEHHBIX PACTBOPEHHBIX BEIIECTB B IIOYKAX, UIIEBAPUTETHHOM TPAKTE UJIH JAPYTHX THIIAX
KyeTok. Hampumep, y Jiio/ieil, cTpajiaionX HACAeACTBEHHBIM 32001€BAHUEM UUCTRUHY-
puetl, OTCYTCTBYET TPAHCIOPT ONPEIEJEHHBIX aMUHOKUCIOT (BKIIHOYAst IIUCTUH, UMEp
LMCTENHA, CBA3AHHDBIA ANCYIbMOUIHBIM MOCTUKOM) M3 MOYM WM IIMIIEBAPUTENBHOTO
TPAaKTa B KPOBbB; IPOUCXOJSINEE B PE3YyJbTaTe HAKOIUIEHUE TUCTUHA B MOYE MPUBOIUT
K 00pa30BaHUIO B MOYKAX I[UCTHHOBBIX KaMHEIl.

Bce mogpo6HO nccsenoBanibie MeMOpPaHHbIE TPAHCIIOPTHBIE GENKN ObLIN MHOTO-
[IPOXO/IHBIMU, T.€. UX HOJMIENTH/IHAS TIelb [IEPeCceKaeT JUIUIAHbIN OUCTION HECKOJIbKO
pa3s. CosaBasi HENPEPBIBHYIO OEJKOBYIO MOPY uepe3 MeMOpany, 3Tu GeJIKK TTI03BOJISIOT
OIpe/IE/IEHHBIM THAPOMPUIBHBIM PACTBOPEHHBIM BEIECTBAM IPEOI0JIEBATh MeMOpPaHy
6€e3 TPSIMOTO KOHTaKTa ¢ TuApodoGHOIl CPeIoil JUTUIHOTO OUCTIOS.

/lBa OCHOBHBIX KJacca MeMOPaHHBIX TPAHCHOPTHBIX GEJIKOB — TPAHCIIOPTEPDI
u kaHaibl (puc. 11.3). Tpaucmoprepst (KOTOPbiE TaKKe HA3BIBAIOT NEPEHOCUUKAMU,
WK NepMed3damu) CBA3bIBAIOT ONPE/IENEHHOE PACTBOPEHHOE BEIECTBO U MIPETEPIIEBAIOT
cepuio KOH(OPMAIIMOHHBIX TEPECTPOEK, TTO3BOJISIONINX CBSI3aHHON MOJIEKYJIe TPOITH
yepes MeMOpany. Kanausl, ¢ 1pyroii ctopombl, ropas/io ciadee B3auMOIeNHCTBYIOT C pac-
TBOpPEHHBIM BellecTBOM. Onu (hOpMUPYIOT B JIMIUAHOM OUCJIOE 3arOJHEHHbIE BOJON
HOPBI; KOTJIa OHM OTKPBITBI, OIIPe/IeIeHHbIE PACTBOPEHHbIE BermecTBa (00bIMHO HeOpraHu-
YecKne MOHbI COOTBETCTBYIOIIETO 3apsiia U pasMepa) cBOOOIHO IIPOXOAAT Yepe3 HUX M,
CJIeZIOBATEIbHO, TIepeceKkaloT MeMGpany. HeyinuButeibHO, 4TO TPAHCHIOPT Ye€pe3 KaHAJbI
[IPOUCXO/IUT 3HAYUTETBHO ObICTPEE, YeM TPAHCIIOPT, OIOCPEI0BAHHBIN TPAHCIIOPTEPAMHE.

BELLEeCTBO

NUNUAHbIA
Gucnon

Y4aCTOK CBA3bIBaAHUA

a) BEJIOK-NMEPEHOCHMK

NUNUAHbIN
Gucrnoim

BoAsIHas
nopa

6) KAHANTOOBPA3YOLLMI BENOK

Puc. 11.3. TpaHcnopTepbl 1 KaHanbl. (a) TpaHcnopTep MeHAEeT CBOK KOHMOPMaLMIO TakMM 06pa3om, YTobbI
CalT CBA3bIBAHMA PACTBOPEHHOIO BELLECTBA NonepeMeHHO pacnoiaranacsa cCHa4yana Ha O4HOM CTOpoHe bucnos,
a 3aTem Ha apyroi. (6) benok-kaHan, HaNpPoTMB, obpasyeT B IMNUAHOM HBUCA0E 3aNoNHEHHYIO BOAOW Mopy,
yepes KOTopyro MoryT AnddyHAMPOBATL OnpeaeneHHble BeLecTsa.
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HecMmotpst #a T0 uTO BojIa ciocobHa T GyHANPOBATh Ye€Pe3 NCKYCCTBEHHBIE JTUTH/IHBIE
GuCIon, Bee KIETKH cofep Kar creluduueckre KaHaabHble 6enkn (Tak HazblBaeMble 60-
OHvle KaHAaIbL, WK AK8ANOPUHDL), KOTOPBIE 3HAYUTEILHO YBEJIUYUBAIOT IIPOHUIIAEMOCTD
MeMOpaH JIjisi BOJIbI, KaK Mbl 00CY/IUM TMO3JKe.

11.1.3. TpaHcnopTepbl, cONpsAKeHHble C UCTOYHNKOM SHepruu,
OCYLEeCTBNAIOT aKTUBHbIN TPaHCNOPT

Bce kaHasbl ¥ MHOTHE TPAHCIOPTEPDI MO3BOJIAIOT MOJIEKYJIAM TEepeceKaTh MeM-
GpaHy TOJIBKO MACCUBHO («I10 TPaJMEHTy KOHIIEHTPAIUN»). ITOT IPOIECC HA3bIBAETCS
NIACCHUBHBIM TPAHCIIOPTOM, 1111 00JieryenHoi quddysueil. B ciiyyae tpaHcropra eamH-
CTBEHHOI He3apsKeHHOI MOJIEKYJIbl PA3HUIIA ee KOHIIEHTPAINI ¢ IBYX CTOPOH MeMOpa-
HBl — zpaduenm KOHueHmpayuu — ompe/esser HarpasieHue JudQysun 1 sSBisieTcst
ee apwkyeit cunoii (puc. 11.4, a).

a) TpaHcnopTvpyemasi Morekyna
kaHarno-
obpasytoLuii 6enok-
6enok nepeHocHmK T
NUNUAHBIN , , rpagmeHT
6ucnon ! ! KOHLIeHTpauum
)
6{%
7
Z
npoctas  audpcpysuss  Audbdysms, onocpedyemas
Andcby3us “epes Karan 6eJ'IK0M-I'IepeHOCLWIKIOM
| |
MACCUBHBLIA TPAHCIIOPT  AKTVBHbIV TPAHCMNOPT
6) ® @ ® e Y@
® ® +
® D @ (CRCR RO wd‘) ®9
® Yy e®e® ®e
BHELLHAS CTOPOHA T+ ++ - -
BHYTPEHHAA CTOPOHA f— f— +++ ++
@ @ @
ANEKTPOXUMUYECKUI  NEKTPOXMMUYECKUIA ANEKTPOXMMUYECKINI
rpagueHT rpafMeHT C OTpMLATENbHLIM MOTEHLMAN C NMONOXUTENBHLIM
6e3 Mmem6paHHoro MeMOGpaHHbIM NOTeHLManomM MembpaHHbIM NOTEHLManom
noTeHumana C BHYTPEHHEl CTOPOHbI C BHYTPEHHEI CTOPOHbI

Puc. 11.4. CpaBHeHUe aKTUBHOIO M NAaCCUBHOIO TPAHCMOPTA. (a) MacCcUBHbIN TPAHCMNOPT MO 3/1EKTPOXUMUYE-
CKOMY rpaZiMeHTY MPOUCXOAMT CAMOMNPOU3BO/IbHO MOCPEACTBOM NPOCTOM AnddY3un yepes AMnuaHbln bucnoi
nunu obneryeHHol anddysnm yepes KaHasbl AN NACCUBHbIE TPaAHCNopTepbl. C APYroit CTOPOHbI, aKTUBHbIN
TpaHCNopT TpebyeT meTabonyecKom SHeprm 1 BCeraa onocpeayeTcs TPaHCMopTepamum, KOTOPbIE UCMO/b3YIOT
3Ty SHEPruto A4N1A NepeKkayKn pacTBOPEHHOTO BELLECTBA NPOTMB ero 3EKTPOXMMMUYECKOTO rpaueHTa. (6) dnek-
TPOXMMMYECKUI FPAaSMEHT BKKOYAET B ceba MemMbBpaHHbIN NOTEHLMAN U KOHLEHTPALMOHHbIN rPaANeHT; OHK
MoryT paboTaTb B O4HY CTOPOHY, YBE/IMUMBASA ABUKYLLYIO CUNY NepeHoca MoHa Yyepe3 membpaHy (6 yueHmpe),
nnKn moryT pabotaTb Apyr NpoTUB Apyra (crpasa).
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O1HaKO ecJI PACTBOPEHHOE BEIECTBO HECET HEKOTOPbIN CyMMAapHbIii 3apsi/i, Ha ero
TPAHCIIOPT BJUSIET KAK KOHIEHTPAIIMOHHBIN TPAJUEHT, TaK U PA3HOCTb 3JIEKTPUIECKUX
MOTEHIIATIOB C JIByX CTOPOH MeMOPaHbI, TaK HA3bIBAEMbIil MEMODAHHDIL NOMEHUUAL.
KomtieHTpaliioHHblIii TPaIMEHT U 3JIEKTPUYECKUIT TPAIUEHT CO3/[AI0T CYMMAPHYIO JBIXKY-
HIYIO CUJTY, 3JEKTPOXUMUYECKHIl TPAUEHT, /IJIsi KAJK/IOTO 3apPSDKEHHOTO PACTBOPEHHOIO
semectsa (puc. 11.4, 6). Bosee moapo6HO S1EKTPOXUMUYECKUE TPAJANEHTDI 00CY 5K AAIOTCST
B riaBe 14. Ha caMoM jiesie IouTH Bee Iia3MaTideckue MeMOpatbl 06J1a/1al0T PA3HOCTHIO
SJIEKTPUYECKHX TTOTEHINAI0B (IPaMeHTOM MOTeHIMaa ); BHYTPEHHSSA CTOPOHA MeMOpaHbI
00BIYHO 3apPsiKeHA OTPUIATENBHO 110 OTHOIIEHUIO K BHEIIHEl. JTa PAa3HOCTh IOTEHIINATIOB
c1roco6CTBYET BXOJY TOJIOKUTEJNBHO 3apsi’KEHHBIX MOHOB B KJIETKY, HO MEIIAeT BXOLY
OTPUIIATENHHO 3aPSIXKEHHDbIX HOHOB.

Knerkam Ttakske HeOOXOAMMbI TPAHCIHOPTHBIE OEJKU, KOTOPbIE MOTYT aKTHBHO
[epeKkaynBarh OIpe/ie/ieHHble PACTBOPEHHbBIE BEIecTBa uyepe3 MeMOpaHy IPOTHB X
9JIEKTPOXMMUYECKUX IPAJAMEHTOB; 3TOT MPOIIECC, M3BECTHBIN KAK AKTUBHBII TPAHCIOPT,
OIOCPE/IYETCST TPAHCIIOPTEPAMU, KOTOPbIE TAK}KE HA3bIBAIOT Hacocamu. I1pu akTuBHOM
TPAHCIIOPTE AKTUBHOCTD ITIEPEHOCUYMKA SIBJISIETCSI HAIIPABJEHHOM, MOCKOJbKY OHa CO-
IpspKeHa ¢ MCTOYHUKOM MeTaloIMuecKoil sHepruu, HampuMep rugpoanzoM ATP mam
HMOHHBIM TPAJIUEHTOM, KOTOPbIE MbI 06CY/IM 1103:Ke. TakuM o6pa3oM, TpancMeMOpaHHbIi
[EPEHOC MAJIbIX MOJIEKY.JT, OIIOCPEAYEMbIil TPAHCIOPTEPAME, MOKET ObITh KaK AKTUBHbBIM,
TaK ¥ MACCHBHBIM, TOT/JA KAK TPAHCIIOPT Yepe3 KaHAJbI BCEr/ia MacCUBEH.

3aKknwuyeHune

Junudnvle bucaou npaxmuuecku nenponuyaemvt 0Jisi GOILUUHCINEA NOSAPHBLX
Mosekya. [l mpancnopma Manvlx 6000paACMEOPUMBLY MOJEKYL 8 NIAASMAMUUECKYIO
MeMOpany Ul 3amMKHymvle MeMOpanuvle KOMNAPMMeHmvl KJiemounvle MemOpavl
codepkam pasnuunvie Memopantvie mpanchopmmuvie OejKu, Kaxovlll U3 KOMopwLx
omeeuaem 3a nepeHoc onpedeseHHoz0 PAcMEOPeHH0Z0 6eUECMEA UL KLACCA BEUEeCMS.
Cywecmsyem 06a Kaacca MemMOPAHHBLY MPAHCNOPMHBIX OEJIKOE — NEPeHOCUUKU U KA-
nanv. Oba xaacca opmupyiom nenpepuisivie 6eaKosvie nPoxodvl uepe3 JUNUOHbLU
oucaou. Ecau mpancmembpannoe osusxenue, onocpedosannoe mpancnopmepamu,
MoKem Oblmb Kax akmueHviM, Max i NACCUSHBIM, TO NOMOK PACMEOPEHHBIX BEUECNE
uepe3 Kanavl 6cez0d NAcCUGEH.

11.2. TpaHcnopTepbl M AKTUBHbIN MEMOpPaHHbIN TPAHCNOPT

[Iporecc nepeHoca TpaHCIOPTEPOM PACTBOPEHHON MOJIEKYJbl Yepe3 JIMIMUIHDIHA
6ucoit MoX0x Ha (hepMeHT-CyOCTPATHYIO PEAKIINIO, U BO MHOTOM TPAHCIIOPTEPHI BEAYT
ce6s kak epMeHTbI. OIHAKO, B OTJIMYHE OT OOBIYHBIX (hepMEeHT-CyOCTPATHBIX PEaKITHi,
MEePEHOCUNKI He MOANMUINPYIOT TPAHCTIOPTUPYEMOE BETIECTBO, JOCTABIISIS €TI0 HA JIPYTYIO
CTOPOHY MeMOPaHbI B HEM3MEHHOM BHJIE.

Kaskpril THIT TPAHCIIOPTEPOB HECET OJIMH UJIN HECKOJIBKO CATOB CBSI3BIBAHUST PaC-
TBOpeHHoro Bemectsa (cy6erpara). {1 mepenoca BemecTBa 4epes JIMIMAHBIN OUC/Ion
OHU TIPETEPIIEBAIOT CEPUI0 OOGPATUMBIX KOH(POPMAIIMOHHBIX TIEPECTPOEK, B PE3yJbTare
KOTOPBIX CAlT CBS3BIBAHMSI, PACTIOJATABIITHICS C OJIHON CTOPOHBI MEMOPAHbI, OKa3bIBAeT-
cst ¢ gpyroii. Ha puc. 11.5 npecrasiena cxeMatndHas Mo/iesib paGoTbl TPAHCIOPTEPA.
Korza tpancriioprep Hacbiiien (T.e. KOrja Bce CallThl CBSI3bIBAHUS 3aHSTHI), CKOPOCTh
TPAHCIIOPTa MAKCUMaJIbHA. JTa CKOPOCTh, obozHavaeMast V. (V — velocity, ckopocts),

max
ABJIAETCSA XaPaKTePUCTUKOI TpaHcmoprepa. V- IIOKa3bIBaeT, ¢ KaKOH CKOPOCTbIO

X
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pacTBOpeHHoe

BELLECTBO ~_
cocTosiHue <:> cocTosiHue
A B

BHELLUHAA
CTOPOHA
NUNUAHBLIN rpagueHT
6ucnon KOHLeHTpauum
BHYTPEHHAA {}
/ \CTOPOHA
6enok-nepeHocHuK, y4acTOK CBSI3blBAHUS

OCYLLECTBNSAIOLLMIA
NaccuBHbIN TpaHCNopT

Puc. 11.5. Mogenb KoHPOPMaLMOHHOI NEePECTPOKU TPAHCNOpPTepa, NPUBOAALLEN K NaCCUBHOMY NepeHocy
pacTBopeHHOro BelecTBa. MoKasaHHbIN NEPEHOCYMK MOXKET CYLLECTBOBATb B ABYX KOHbOpPMaLUsX: B CO-
CTOSIHUM A CalTbl CBSI3bIBAaHUA PACTBOPEHHOIO BELLLECTBA PACMO/OXKEHbI Ha BHELLUHEN NOBepXHOCTM Bucnos;
B COCTOAHMM B T€ 3Ke CaiiTbl OKa3bIBAKOTCA C APYrOi CTOPOHbI Brcaon. Mepexod MeKay ABYMs KOHGOopMaLMAMM
MOXET MPOUCXOANTL C/ydaiiHO. OH 06PaTUM M He 3aBUCUT OT TOTO, 3aHAT JIM CAlT CBA3bIBaHUA. Takum 06-
pa3oM, EC/IM KOHLLEHTPALLMA PAaCcTBOPEHHOTO BELLLECTBA BblLLE C BHELIHEN CTOPOHbI BUC0S, C TPAaHCMOPTEPOM
B COCTOAHUM A CBA3bIBAETCA 6O/bLLE MOIEKY/, YHEM B COCTOSHUM B, 1, CnefoBaTelbHO, CyMMapHbI TpaHCNopT
6y4eT NPoncXoamnTb NO rPaAMEHTY KOHLEHTPaLUMKM (MW, ECIM PAacTBOPEHHOE BELLECTBO NpeacTaBaseT cobol
MOH, MO 3/1IEKTPOXMMUYECKOMY rPaSMUeHTy).

IIEPEHOCYNK MOXKET TePeXO/NTh M3 OJIHOTO KOH(OPMAIMOHHOTO COCTOSIHUS B JIPyTO€.
Bosee Toro, kaxx/plit Tpancnoprep 06Ja1aeT XapaKTepHbIM CPO/JICTBOM K EPEHOCHMOMY
BEIeCTBY, KOTOPOE ONMChIBAETCA KOHCTaHTOl peakimy K, paBHOIi KOHIIEHTPAIUN Be-
I[ECTBA TIPH KOTOPOii CKOPOCTb TPAHCIIOPTA PABHA MOJIOBUHE MAaKCHMAJIBHOTO 3HAUCHUS
(puc. 11.6). Kak u y Bcex (hepMeHTOB, CBSI3bIBAHIE PACTBOPEHHOTO BEIECTBA MOJKET
GbITh crieruuyecku 3a6JI0KUPOBAHO MO0 KOHKYPEHTHbIMEU WHTHOUTOpamMu (KOTOpbie
GOPIOTCSI 32 TOT K€ CAlT CBSA3BIBAHMS M MOTYT ObITb TPAHCIIOPTUPOBAHDI), JIMGO HEKOH-
KypeHTHbiMU (a/moctepuyeckuMi) nHrn6uTopamu (KOTOpbIe CBSI3BIBAIOTCS C JAPYTHMU
YUACTKAMH MePEHOCUHNKA U CTeI(UIECKH U3MEHSIIOT €r0 CTPYKTYPY).

Puc. 11.6. KuHetuka npocroii auddysum n onocpe-
[AOBaHHOM TpaHcnopTepom anddysum. CKopocTb
npoctoi anddysmm Bcerga nponopLoHanbHa KoH-
LLeHTPaLIMM PacTBOPEHHOTO BeLLecTBa, a CKOPOCTb

© anddysmnsa ¢ nomoLLbo
g v Gerka-nepeHocumka onocpesoBaHHOW NnepeHocunkom anddysum (06-
max “

G ner4eHHoi anddysum) gocturaet makeumyma vV,
X

=] MpU HacblWweHnn TpaHcnopTepa. KoHueHTpauma
"_E pacTBOPEHHOTO BeLLEeCTBa, MPU KOTOPOM CKOPOCTb
S 4pv \ TpaHcnopTa paBHa NoJI0BUHE MAaKCMMAJIbHOTO 3Ha-
s mex YeHUA, ONUCbIBAET KOHCTAHTY CBA3bIBAHUA TPaHC-
2 npocras

o

andysuns nopTepa C BeLWeCTBOM, aHanornuHyo K. depmeHTa

ncyberpata. Mpaduk cnpaseanvs 418 NepeHOCUMKa,

TPaHCMNOPTUPYIOLLLETO ANHCTBEHHOE BELLECTBO; K-

Ku KOHUEHTpauus — HeTMKa COMPAXKEHHOro TpaHcnopTa AByx U bonee
TPaHCNOPTUPYEMbIX MONeKyn BELLECTB UMeeT bonee COXKHbIN XapaKTep.
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Huzke Mbl 06cy iuM, 4T0 HEOOXOAUMA HE3HAYUTEIbHASI MOANMDUKAIIUS TIPE/ICTAB/IEH-
Hoit Ha puc. 11.5 Mo/iesu, 4TOObI CBSA3aTh TPAHCIIOPTEDP C UCTOUHIUKOM SHEPTUM U 3ACTABUTD
€ro MepeKaYrBaTh PACTBOPEHHOE BEIIECTBO MPOTUB AJEKTPOXMMUUYECKOTO TPAUEHTA.
CylecTByeT TP OCHOBHBIX IyTH aKTUBHOIO TpaHcnopra B kiaerke (puc. 11.7):

1. Conpsixxennvie nepenocuuxu OOGBEAUHSIOT TPAHCIIOPT OJHOTO PACTBOPEHHOTO
BEIECTBA [IPOTUB TPAAUEHTA C TPAHCIIOPTOM J[PYTOrO MO TPAJUEHTY.

2. AT P-3asucumvle nacocwl, NCONb3yI0T sHeprmio ruapoanda ATP ama mepernoca
MOJIEKYJI [IPOTUB TPA/IUEHTA.

3. Ceemosasucumvie HACOCHI, KOTOPbIE BCTPEYAIOTCS B OCHOBHOM Y Oakrepuit
U apxei, CONpSIraloT TPAHCIIOPT MPOTUB IPAJIMEHTA C SHEPIUeil CBeTa, Kak GaKTepropo-
poncun (M. raasy 10).

CpaBHenre aMUHOKKUCIOTHBIX MOCJIEI0BATENbHOCTEN BO MHOTUX CJIYYAsIX TTOKA3AJI0
3HAYUTETHHOE CXO/ICTBO MOJIEKYJISIPHOTO YCTPOUCTBA TPAHCIIOPTEPOB, OMOCPEILYIONIUX AK-
TUBHBIN TPAHCIIOPT, U ITACCUBHBIX NlepeHocunkoB. Hanpumep, HeKoTopbie GakTepuasibHbie
[EePEHOCYUKHY, UCTIOJB3YIOIIHE /IJISi AKTHBHOTO MOTJIONEH S CAXapOB SHEPIUIO, 3aACEHHYIO
B rpajsiuente H' uepes miasmariniueckyio MeMOpaHy, CTPYKTYPHO HOXOKU HA TIEPEHOCUHK,
OIIOCPELYIOIIHE TACCUBHBII TPAHCIIOPT TJIIOKO3bI B GOJIBIITUHCTBE JKUBOTHBIX KJIETOK. JTO
YKa3bIBaeT Ha 9BOJIIOIIMOHHOE POJCTBO MEXK/Y PA3JINUHBIMU TPAHCIOPTEPAMU. Y YUTHIBAS
3HAaYEHHEe MaJIbIX MeTa00IUTOB U CaxXapoB /IJisi 00eCIeYeHrsl KJIETKU SHEPrHeil, HeyInBI-
TEJIbHO, YTO CYIIEPCEMENCTBO TPAHCIIOPTEPOB SIBJISIETCST JIPEBHUM.

Mbi HauHeM Hale 0OCYK/eHne aKTUBHOTO TPAHCIIOPTA € PACCMOTPEHUS [IEPEHOC-
YHMKOB, JIBUKYIIEH CUJION PAaGOThl KOTOPBIX SIBJSIOTCS MOHHbBIE MPAAUEHTbI. JTH OEJIKN
UTPAIOT KJIOYEBYIO POJIb B TPAHCHIOPTE MAJIBIX META00IUTOB Yepe3 MeMOPAHbI BCEX KJIETOK.
3areM Mbl 06Cy UM HAcOChl, conpsikentbie ¢ ruaposmusom ATP, Brimouas Na*-nacoc,
[IPUCYTCTBYIONIUI B IJIa3MAaTHYECKUX MeMOpaHaX IMOYTH BCEX KJIETOK.

11.2.1. [BmKyLwei CUiol akTUBHOTO TPaHCNOpTa MOryT CNYXXUTb
rpagueHTbl NIOHOB

Hexkoropble TpancrnopTepbl POCTO CHOCOOCTBYIOT JBUKEHUIO €JIMHCTBEHHOTO Pac-
TBOPEHHOT'O BEIECTBA C OJIHOW CTOPOHBI MEMOPAHBI HA JIPYTYIO CO CKOPOCTBIO, OIpejie-
ngemoit ux V. m K_; Takue IepeHOCUMKM HasblBalOTCsA yHUnopramu. /Ipyrue dyHk-
LUOHUPYIOT KAK CONPAKeHHble MPAHCNOPMEPbl, B KOTOPBIX IePEeHOC OJHOIO BellecTBa
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R
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o
ADP
COBMECTHbI ATP-3ABMC/MbIN CBETO3ABUCUMbIV
BENNOK-NEPEHOCYMK HACOC HACOC

Puc. 11.7. Tpu cnocoba obecneyeHna aKTUBHOrO TPAHCNOPTA SIHEpPruei. AKTMBHO TpaHCMopPTUPYeMble MoJe-
Ky/1bl MOKa3aHbl #(e/s1MmbiM, @ UICTOYHUK SHEPTUN — KPACHbLIM.
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CTPOrO 3aBUCUT OT TiepeHoca Apyroro. ConpssKeHHbIN TPAHCHOPT HPeACTaBsieT co0oit
Jii60 O/IHOBPEMEHHDII IEPEHOC BTOPOTO BEIECTBA B TOM K€ HAIIPABIECHIUN, OCYIIECTRIIsIe-
Mbiii cummopramu (Takske Ha3bIBAEMBIMUI KOMPAHCNOPMEPAMU), WA TIEPEHOC BTOPOTrO
BEIIECTBA B IMPOTUBOIONOKHOM HAIIPABJIEHNHN, OCYIIECTB/ISAEMbIN aHTHIIOPTaMH (TaK ke
HasbiBaeMbiMu 0OMennukamu) (puc. 11.8).

ConpsbkeHne mepeHoca IByX PACTBOPEHHBIX BEIIECTB MO3BOJSIET COMPSLKEHHBIM
MIEPEHOCYNKAM HMCIIOIb30BATh SHEPTHUIO AJIEKTPOXNUMUIECKOTO TPAINEHTa OTHOTO U3 Be-
IeCcTB, OOBIYHO MOHA, [JIS MEepPeHoca BTOPOro BelecTBa. TakuM o6pasoM, cBOOOIHASI
9HEprusi, BbICBOOOKIaeMast MIPH JIBUYKEHUH HEOPTAaHMYECKOTO MOHA TI0 €r0 3JIEKTPOXH-
MUYECKOMY TPAJUEHTY, CAYXKUT IBIDKYIIEH CUION IJI MepPeKauyKd BEIecTB MIPOTUB X
AJIEKTPOXUMUYECKOTO rpajiuenTa. [Ipuniui paboraer B 000MX HAIIPABIEHUSIX; HEKOTOPbIE
CONPSIKEHHbIE TPAHCIIOPTEPbI PABOTAIOT KAK CUMIIOPTBI, JPYrHe — KaK AHTUIIOPTHI.
B masmarudeckoit MeMOpane JKMBOTHBIX KJeTOK Na* 00bIYHO CJIY3KUT KOTPAHCIIOPTHBIM
MOHOM, 3JEKTPOXUMUYECKUN TPAIUEHT KOTOPOTO CO3JAeT 3HAUYUTEJSbHYIO IBILKYIIYIO
CUJIY JIIL aKTUBHOIO TPaHCIIOPTa BTOPOI MoJieKyJibl. BoleAlnii B KIeTKy B IIpoliecce
aktuBHOro Tpancropra Na' 3atem orkaunBaercst Hapysky ATP-3aBucumbiv Na*-nacocom
IIa3MaTHIecKoii MeMGpasbl (Mbl 06CYIMM €ro HIKE ), KOTOPbIi KOCBEHHO CIIOCOGCTBYET
Tpancnopry, noagep:kusas rpaauent Nat. (ITo 9Toli mpuumMHe CUMTAETCs, YTO HMOH-
3aBUCHMbIE TIEPEHOCYNKH OCYIIECTBIISIOT 61MOPUUHBILL AKTNUSHDILL MPAHCNOPM, TOTIA KaK
ATP-3aBucuMble HEPEHOCUUKH OCYIIECTBISIOT NEPEUUHBLI AKMMUSHBLL MPAHCNOPN.)

DIUTeMaIbHble KJIETKN KUIIEYHIKA U TIOYEK, HAIIPUMED, COJIEPIKAT PA3HOOOPA3HbIE
CUMIIOPTBI, pab0Ta KOTOPBIX NOJIep:KuBaercss MeMOpanubiM rpajuentoM Nat, Kaxbiii
Na*-3aBucuMblii cuMnopT creruduyuer 1Mo OTHOIIEHUIO K IePeHOCY B KJETKY OIpejie-
JIEHHOI MaJIeHbKOHN T'PYIIbl POJCTBEHHbIX CaXapoB WU aMUHOKHCJOT. PacTBopeHHOe
BertectBO u Na* CBSI3bIBAIOTCSI € Pa3/iMuHbIMU caliTamu Ha TpaHcnoprepe. [lockoibKy
Na* crpeMutcst IPOHUKHYTH B KJETKY 10 3JIEKTPOXUMUIECKOMY TPAJUEHTY, caXap WJn
aMUHOKHCJIOTA JI0 HEKOTOPOU CTEleHU «3aTAaCKUBAIOTCS» BMecTe ¢ HuM. Uem GoJiblie
aJieKTpoxuMuueckuii rpaguent Nat, Tem GoJibliie CKOPOCTh BXO/[a BTOPOTO BEIECTBA,
u, Ha060pOT, ecyiu KoHieHTpalys Na*t BO BHEKJIETOUHON JKUIKOCTU AJIAET, TPAHCIIOPT
PacTBOpPEHHOTO Bemectsa camkaercst (puc. 11.9).

B Gakrepusix u ApOKIKaxX, KaK U BO MHOTHX OKPY:KEHHbIX MEMOPAHOI OpraHesiax
SKUBOTHBIX KJIETOK, GOJIBIITMHCTBO CUCTEM AKTUBHOTO TPAHCIIOPTA, 3ABUCSIIIUX OT HOHHOTO

TpaHcnopTUpyemasi Mofiekyna  KOTpaHCMopTUMpYeMbilii MOH
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YHUMOPT | CUMIMOPT AHTl/II'IOPTI

COBMECTHbIV TpaHcnopT

Puc. 11.8. Tpu TMNa conpsaXKeHHOro TpaHcnopTa. Ha faHHOM cxeme NoKasaHbl TpaHcnopTepsbl, paboTatowme
KaK YHUMOPT, CUMMOPT ¥ aHTUMNOPT.
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Puc. 11.9. OguH 13 cnoco6oB aKTUBHOrO TPAHCMOPTA [NOKO3bl 3a cueT rpagueHTta Na*. Kak u B mogenu,
NnoKasaHHOM Ha pucyHke 11.5, TpaHcnopTep Konebnetca mexay ABYMA afbTePHATUBHBIMM COCTOAHUAMM,
A 1 B. B coctoaHnM A 6e10K OTKpbIBAaeTCS BO BHEK/IETOYHOE NPOCTPAHCTBO; B COCTOSIHMM B OH OTKpbiBaeTcA
B UMTO30/b. CBA3bIBaHME Na* u roKo3bl KOOMNEPATUBHO, T. €. CBA3bIBaHWE NHOHOro U3 IMraHAo0B Bbi3biBAET
KOHPOPMaLMOHHbIE NEepPecTPONKN beska, yBeMYMBaAtOLWME Ero CPOACTBO KO BTOPOMY nraHay. MocKonbKy
KOHLeHTpaums Na* BO BHEK/IETOYHOM MPOCTPAHCTBE 3HAUUTE/IbHO BO/IbLLE, YEM B LIMTO30/1€, [/IHOKO3a C Ho/bLuei
BEPOATHOCTbIO ByAEeT CBA3bIBATbCA C TPAHCMOPTEPOM B COCTOSIHMM A. Takum obpasom, Na* v ritokosa BxoaaT
B KNETKy (nocpeacTsom nepexoaa A — B) 3HauMTeNbHO Yalle, YeM BbIXOAAT U3 Hee (MocpeacTBOM nepexoaa
B — A). B pesynbraTe cymmapHblivi TpaHcnopt Nat v ritoko3bl byaeT HanpasaeH B KneTky. ObpaTuTe BHUMaHUE,
YTO CBA3bIBAHWE KOOMEPATUBHO, N €C/IM OAHO M3 BELLECTB OTCYTCTBYET, APYrOe He CMOMET CBA3ATbCA C TPAHC-
noptepom. Takum obpasom, NepeHoCUYMK npeTeprneBaeT KOHGOPMALIMOHHOE NEPEKIOYEHNE MEXKOY OBYMSA
COCTOAHMAMM TONbKO TOrAa, KOraa ¢ HUM IMbo cBsizaHbl 0ba BelwecTsa, IMb0 HYU O4HOTO.

rpajienTa, ucrnosb3yer rpajauent H, a ne Na*. 9rto orpaskaercs B npeobiaalaHii B UX
MeMGpanax H*-HacocoB n npakTuyeckn nosHoM orcyterBiur Nat-HacocoB. DJIEeKTPOXUMHU-
yeckuit rpajenT HT cayskut ABUSKYIIEi CHIION aKTUBHOTO TPAHCHIOPTA MHOTHX CaXapoB
U aMUHOKHUCJIOT Yepe3 IJIa3MaTHYeCcKyl0 MeMOpaHy U BHYTPb OaKTEPHAJIbHON KJIETKH.
OpauM 13 Hanbosiee n3yyeHHbIX HY-3aBUCHMBIX CUMITIOPTOB SIBJISIETCS IAKTO30TIepMeasa,
KOTOpask MEPEHOCUT JTAKTO3y depe3 TurasMarimdeckyio MemOpany E. coli. CTpyKTypHbIe
n 6ropU3MIECKIEe UCCIIE/IOBAHNUS TIEpPMeasbl, HapaBHE € TJIyOOKUM aHATM30M MyTaHTHBIX
dop™ 6esika, TPUBEJIN K CO3/IAHUIO TIO[POGHOIT Mo/iesi paGoTbl 3TOro cuMiiopra. Bo Bpemsi
€r0 TPAHCIIOPTHOTO 1UKJIA HEKOTOPbIE CIIMPAJIH COBEPIIAIOT CKOJIB3SIIIE JIBUKEHMS, 3a-
CTaBJISIIONINE UX HAKJIOHATHCS. DTU JIBUKEHUST TPUBOJISAT K OTKPBIBAHUIO U 3aKPbIBAHUIO
HIEJTM MEK/LY CIIUPAJISIMU, B KOTOPOI PACIOJIOKEHbI CAlThl CBSI3bIBAHUST JIAaKTO3b! 1 HT,
CHavaIa Ha OZHON cTOpoHe MeMOpaHbl, a 3areM — Ha apyroii (puc. 11.10).

11.2.2. TpaHcnopTepbl N1asmaTnyeckon membpaHbl perynupyiot pH
yuTonaasmbl

BouibiimieTBo 6€KOB TPEOYIOT JIJIsi CBOEH ONTUMAJILHOI PA0OThI OIPEEJIEHHOTO
pH. Jluzocomasbhbie hepMenTbl, HatpuMep, Hanbosee addextusHbr mpu HuzkoM pH
(~ 5) mu30coM, TOr/IA KaK MUTOIIa3MaTiHieckue (hepMEeHTbI JIydilie BCero (OyHKIMOHUPYIOT
npu HeiirpaabioM pH (~ 7,2) murosomnsa. Takum o6pasoM, peryasums kaetkoii pH ee
BHYTPEHHUX KOMIIAPTMEHTOB HEOOXOMMA [IJIsl €€ HOPMAJIbHOM JKU3HEIesATETbHOCTH.

BobITMHCTBO KIIETOK HECYT B CBOEH TIa3MaTHIeCKOil MeMOpaHe OJIIH W HECKOJTbKO
troB Na*-3aBUCHMbIX aHTUTIOPTOB, KOTOPBIE OMOTAIOT HO//Iep:KiBaTh PH 1uToILIa3Mbl,
PaBHBIM 7,2, DTH TPAHCIOPTEPHI UCIIOJb3YIOT 3araceHHyio B rpajuente Na' sxepruio
JUIST OTKAuKu u30bITourbix HF, KoTOpble /MO0 MPOCAuynBAIOTCS BHYTPb KJETKU, J1OO
CHHTE3UPYIOTCS B peaknusx o6pazoBanust KucaoT. CyliecTByeT /Ba MexaHu3Ma: Ju6o
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Puc. 11.10. MoneKynapHblit MexaHn3m 6aKTepuanbHOM 1aKTO30NepMmeasbl, OCHOBAHHbINM Ha ee CTPYKType.
(a) 12 TpaHcMeMbBpaHHbIX cnivpanei nepmeasbl 06beAMHAOTCA B ABa 6/10Ka, 0603HaUYeHHbIe PasHbIMM OTTEHKa-
MU 3e1eH020. 18 HarNA4HOCTU NETN, COEANHAIOLLME CNUPaN No 06eMM CTOPOHaM MeMbPaHbI, He MOKa3aHbI.
B npouecce TpaHcnopTa cnvpasny CKONb3AT M HAKNOHAIOTCA B MeMbpaHe, OTKPbIBasA CaiTbl CBA3bIBAHMA AMcaxa-
pvaa nakTosbl (#eamaa) u HY Ha oaHy U3 CTOpoH membpaHbl. (6) B o4gHOM KOHGOPMALLMOHHOM COCTOAHMM
CaWiTbl cBA3bIBaHMA H* 1 NaKTO3bl JOCTYMHbI U3 BHEKIETOYHOIO NPOCTPAHCTBA (8epxHUl pAd), B APYrom OHU
obpalleHbl B LMTO30/b (HUX#HUL pAd). MpUCOeaMHEHNE PACTBOPEHHDBIX BELLECTB C BHEK/IETOYHOWM CTOPOHbI
npeanoyTUTENbHEE, MOCKO/BKY aprvMHUH R144 0bpasyeT cBA3b C MI0TaMMUHOBOW Knciotoi E126, uto aenaet
E269 cBoboaHOM ana npuHatua H*. Bonee Toro, caliT cBA3bIBAHMA NAKTO3bl YaCTUYHO HApyLWAeTcA 3a cyeT
NepecTpoKku cnupaneit. MOCKONbKY nepexod Mexay ABYMA MPOTOHUPOBAHHbBIMM COCTOAHUAMM (8 yeHmpe)
3anpeLueH, H* MoXeT TpaHCMopPTMPOBATLCA TO/IbKO COBMECTHO C J1aKTO30M. TaKMM 06pa3om, 31eKTpoxUmMmYe-
CKMI rpagueHT H* cny»KuT ABMKYLLEN CUIOM MMNOPTa NakTo3bl. (AnanTnuposaHo m3 J. Abramson et al., Science
301: 610-615, 2003. C ntobe3Horo paspelueHns nsgartenocrsa AAAS.)

H™ nanpamyio TpaHcnopTupyercs HapyKy, 6o B knerky nepenocurcs HCO, nia neii-
tpasmsanuu H B nurosone (B COOTBETCTBUM € PeaKiueit HCO4+ H" - H,0 + COZ).
O/HUM U3 aHTUNIOPTOB, UCIOJIB3YIOIIMX NEPBbIA MexaHuaM, sisercs Nat/ H*-o00men-
HUK, KOTOPBIN compsraeT NOTOK B KJ1eTKy Na' ¢ orrokom u3 nee H*. OmpHoBpeMeHHO
06a 3111 MexaHnsma ncrosbayiorest B Na*-3asucumon Cl/HCO4-06mennuxe, KOTopbiii
conpsraer Tok Na* u HCO, B kiterky ¢ orrokom u3 Hee Cl u H* (1.e. NaHCO, Bx0-
qut B Kaetky, a HCl Bbixoaur us Hee). Na*-zaucumbiii Cl/ HCOg—oéMeHHI/IK B/IBOE
abdextusree Na'/H*t-oOMennnka: Ha Kaxapiii Bxoasmnmit B kiaetky Na' ommn H'
OH OTKa4YMBaeT Hapy»Ky, a BTopoil neiitpamusyer. Ecim gocrynen HCO,, kak o6brano
1 OBbIBAET, HTOT AHTUIIOPT SABJISAETCS HanboIee BasKHBIM TPAHCIIOPTEPOM, PEryJIHPYONIIM
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nuromiasmarnueckuit pH. Buyrpukierounsiii pH peryamnpyer o6a o6MeHHMKA; KOTa
pH B nuro3ose nagaer, o6a 0OMEHHUKA YCUIUBAIOT CBOIO AKTHBHOCTD.

Na*-neszasucumvii Cl/HCO,-06mennux nefictByer Ha ruroriazMarideckuii pH
[IPOTUBOIOJIOKHBIM 00pazoM. Kak u B ciyuae Nat-3aBucumMbix nepenocunkoB, Na*-Hesau-
cumprii Cl/HCO,-o6Mennnk perympyercs pH, HO ero akTHBHOCTD YBe/IMYNBACTCS, €CTH
1UTO30/1b cTaHoButTcs Gosee menounbM. /suxenne HCO, B ganHOM ciyyae 0GbIYHO
HaIPaBJIeHO BO BHEKJIETOUHOE MPOCTPAHCTBO, TI0 ATEKTPOXUMUYECKOMY TPAANEHTY, ITO
MpUBOANT K yMembierwio pH 1irosostst. Nat-uesasucnmsriii Cl,/ HCOS-OéMeHHI/IK B M€M-
Gpate spuTporuTos (Tak HasbiBaeMblii 6e10K mostochl 3 — cm. puc. 10.41) ciioco6eTBYeT
GbictpoMy BbicBoGoxaeHni0 CO, (B dopme HCO,) mpu MpOXOKIEHNH KJIETOK Yepe3
KaTJLISPBI JIETKIX.

Buyrpuksaerounnlit pH peryaupyercsa He TOJbKO 3TUMHU CONPAKEHHBIMU TPAHC-
noprepamu: ATP-3aBucumbie H-Hacocbl Takske UCIOMB3YIOTCS IS KOHTPOJIUPOBA-
Husi pH MHOrMX BHYTPHKJIETOUYHBIX KoMmaptMentoB. Kak mbr o6cyaum B riase 13,
H*-nacocst nojyiepskuBaior nuskuii pH 130coM, 9HI0COM U CEKPETOPHBIX 11y3bIPHKOB.
It H*-nacocer uctionbayior suepruto rujposuza ATP pans nakauku HY us murososs
B 9TU OPTAHEJLIbI.

11.2.3. AcuMMeTpUYHOe pacnpegeneHie TPAHCNOPTEpPOB B SNUTeNN-
aNbHDbIX KJIeTKaX JIeXKUT B OCHOBE TPaHCLeIoNAPHOro TpaHCNopTa pac-
TBOPEHHDbIX BelLecTB

B wierkax snuTes TPAHCHOPTEPDI IJIA3MATHYECKONH MeMOpPaHbI paciipe/iesieHbl
HEOJHOPOHO M, TaKMM 0OGPa3oM, BHOCSAT BKJIAJ B TPAHCIEJLIIOJSPHBIH TPAHCHOPT
MOTJIONIEHHBIX BEIIECTB. IJTO TPOUCXO/UT, HAIIPUMEP, B KJIETKAX, BCACHIBAIOIINX ITH-
TareJibHbIE BEIECTBA B KHUIEYHUKe. 3a cueT paloTbl TPAHCIIOPTEPOB B 3THX KJIETKAX
PACTBOPEHHDBIE BEIECTBA TIEPEHOCSITCS Yepe3 CJI0M MUTENNATbHBIX KJIETOK BO BHEKJIE-
TOYHYIO JKHM/IKOCTh, a OTTy/Ia B KpoBb. Kak mnokaszano nHa puc. 11.11, cBs3annbie ¢ Na*
CHUMIIOPTBI, PACIIOJIOKEHHBIE Ha alMKaIbHOM (BCAChIBAIONIEM ) JOMEHE ILIa3MaTUYECKON
MeMOpaHbl, aKTHBHO TPAHCIOPTHPYIOT MUTATEIbHbIE BEIIECTBA B KJETKY, CO3/1aBast
3HAYUTE/IbHbIE KOHIEHTPAIIMOHHBIE I'PAMEHTbI 3THX BEIIECTB Yepe3 ILIa3MaTHYECKYIO
MeMGpany. Nat-HezaBucuMble TPaHCIIOPTHBIE GeIKK B GasaabHOM 1 JatepaabHoM (6a3o-
JlaTepaJbHOM) JIOMEHE MO3BOJISAIOT MUTATEIbHBIM BEIECTBAM MTACCUBHO MOKKU/ATh KJIETKY
[0 MX KOHIEHTPAIIMOHHBIM I'PAMEHTaM.

[Tnoma/ b masMaTIecKoil MeMOpPaHbl MHOTHX SIUTETNATBHBIX KJIETOK YBETNYNBAET-
cs1 3a cuet 0OpasoBaHUsI THICSTY MUKPOBOPCHHOK, KOTOPBIE TPEICTABJISIOT CO00 TOHKHE,
MOXO0’KI€e HA MAJIbI[bl BIPOCTHI AlTMKAIBHOI TIOBEPXHOCTH KJIeTKH. TaKine MUKPOBOPCUHKHI
MO3BOJISIIOT YBEJUYUTD OOIILYTO TIIOIIA b BCACBIBAHUS B 25 Pa3, YCUINBasI TAKUM 00pa3oM
TPAHCIIOPTHYIO CIIOCOGHOCTD MEMOPAHDI.

Kak ™Mbl Bujied, MOHHbBIE TPAJUEHTHI WIPAIOT KJIOYEBYIO POJIb B obGecredeHun
SHEpPrueil MHOTUX TPAHCIOPTHBIX ITIPOIECCOB KJeTKU. Jlasbiiie Mbl 0OCYIMM HMOHHbBIE
HACOCHI, HCIOJIBb3YIONNE VIS CO3[AHUS U IO/JIEPKAHMUS TUX TIPAAUEHTOB SHEPIUIO
rugposnza ATP.

11.2.4. CywecTByeT Tpm Knacca ATP-3aBUCMMbIX HaCOCOB

ATP-3aBucnMble HACOCDI 4acToO Ha3bIBAIOT mparcnopmuvimu AT Pasamu, TOCKOIbKY
onn rupon3yior ATP no ADP 1 ucrosib3yior BbICBOGOK/1aeMYT0 SHEPTHIO /LIS TIepe-
KauyKy MOHOB MJIM JIDYTMX PACTBOPEHHBIX BeIlecTB yepe3 MeMOpany. CyllecTByeT Tpu
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| MPOCBET KWLLKU
rmioko3a - (Na*
_ HU3Kasi
- KOHLeHTpauus
MUKPOBOPCUHKA FTOKO3bI
— Ha anukanbHOM
noMeHe
Na*-saucumblii ____——— || | MnoTHbIA
CUMIOPT TTtOKO3bl __— KNEeTo4YHbIA
KOHTaKT
natepanbHbIi rnoko3a  (Na* | dnuTenuu
oMeH \ k ) KULLIEYHUKA
BbICOKast
KOHLeHTpauus
TTIHOKO3bI
TPaHCMOPTHbLIN Genok,
OCyLLEeCTBNALLLMNA
NacCUBHbIV TPaHCNOpT K*
TTIHOKO3bI
f _
. / I p—
6asanbHbIN \\
HOMEH Na*, K*-Hacoc
BHEKIeToYHast
- HM3Kast
rmoKo3a +
Qa) KNOKOCTb KOHLIEHTpaLs
TTIHOKO3bI

Puc. 11.11. TpaHcUenNoNAPHbIA TPAHCMOPT. TPaHCLENNONAPHBIV TPAHCMOPT IHOKO3bl Yepes aNUTeNINabHY0
KNETKY 3aBUCUT OT HEOLHOPOAHOIO pacnpeseneHna TPaHCNoPTePOB B NIa3MaTUYECKOW MeMbpaHe KNeTKu.
MoKasaHHbIV 34ecb NPOLECC NPMBOAUT K TPAHCMOPTY [HOKO3bl U3 NPOCBETA KULIEYHUKA BO BHEK/IETOUYHYHO
JKMIKOCTb (OTKyZa OHa NEPexXoamT B KPOBb). [N1H0K03a 3aKauMBaETCA B KIETKY Yepes anmKaabHbIi JOMEH MEM-
6paHbl Na*-3aBMCMMbIM CUMNOPTOM [/1IIOKO3bI. [J1H0K03a BbIXOAMUT U3 KNETKU (N0 rpagmeHTy KOHLEHTpaumm)
nyTem NacCMBHOTO ABUXKEHWA Yepes Apyrol TPaHCnopTep [1HoKO3bl B 6a3aibHOM U 1aTepalbHOM MeMBpaHHbIX
nomeHax. MpagueHT Na*, obecneunsatowmii sSHepruen cMMNOPT FOKO3bI, cozaaetca Na*-Hacocom, pacnono-
YKeHHbIM B 6a3a/IbHOM 1 lIaTepanbHOM AOMEHaX NiasmaTuyeckoin membpaHbl. 31oT Na*-Hacoc noaaepkmsaeT
HM3KYO KOHUeHTpaumto Na* BHyTpu kneTkn. CocefHMe KNETKMU CBA3aHbl Mexay coboi NAOTHbIMU MecTaMu
coeAMHEHMs, KOTOPble UrPatoT B NPUBEAEHHOM NpoLiecce TpaHCNOPTa ABOAKYHO PO/b. Bo-nepBbIx, OHU He Mno-
3BOJIALOT PACTBOPEHHbIM BeLLEeCTBaM MPOXOAUTb Yepes SNUTENNIN MeXAY KNeTKaMu, NoOAAePKNBan rpafneHT
KOHLLEHTpaLMK [1I0KO3bl NONEPEK 105 KNETOK. BO-BTOPbIX, OHM C/y»KaT B KavecTBe 6apbepos ana andodysmm
B Npeaenax niasmaTmyeckori MembpaHbl, YTO MOMOraeT Pas/IMYHbIM TPAHCMOPTEPaM OCTaBaTbCA B COOTBET-
CTBYHOLWMX MeMBpaHHbIX AomeHax (cm. puc. 10.37).

kiaacca ATP-3aBucnmbix Hacocos (puc. 11.12), u npeacTaBuTe M Kask/10ro U3 HUX MpH-
CYTCTBYIOT BO BCEX IPOKAPHOTHUYECKUX M 3YKAPUOTHYCCKUX KJIETKaX.

1. Hacocel P-tina npe/ictas/isiior co60ii CTPYKTYPHO U (DYHKIIMOHAJIBHO POJICTBEH-
Hble MHOTOIIPOXO/IHBIE Oesiki. OHM Ha3blBAIOTCS HacocaMu P-THra, MoToMy 4To BO BpeMst
TPAHCIIOPTHOTO IMKJIa OHN (hochopumpytoT ce0si. ITOT KJIacc BKIOYAET B ceOst MHOTHE
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MOHHBIE HACOCHI, OTBEYAIoI[ne 3a CO3JaHie 1 nojiep:;Kanue rpagumentos Na*, K*, H*
n Ca?" yepes meMGpany.

2. Hacocsi F-tuna tipejicrasiisiior co00ii poTopHbie GEJIKH, COCTOSIIINE U3 HECKOJIb-
KUX pasandabix cyObeaunuil. Ouu cTpyKTypHO orinyaiorcsi or ATPa3 P-tuna u pac-
[OJIATAIOTCS B IJIA3MATUYECKON MeMOpane GakTepwuii, BHyTpeHHell MeMOpaHe MUTOXOH-
JIpUii U TUJIaKouAHON MeMGpane xjopoiuiactoB. Mx yacro naseiBator AT P-cunmasamu,
[IOCKOJIbKY B HOpPME OHH paboTaioT B 0OPAaTHOM HAIPABJIEHUU: BMECTO TOrO YTOObI UC-
noJsb3oBarh ruzipoan3 ATP s rpancnopra HY, onn ucnosb3yior rpaauent H' uepes
meMmGpany it cunte3a ATP usz ADP u docdara. I'paauent H cospaercst 6o B 1po-
1ecce TPAHCIOPTa HIEKTPOHOB 1IPH OKucauTenbHoM docdopummpobarnu (B aspoOHBIX
GakTepHsIX 1 MEUTOXOHAPHSAX), 60 B 1pouecce gorocunresa (B xaopomnacrax), 6o
3a cuer paGorbl cBeTozaBucuMoro H-nacoca (6akrepuopogoncuna) B Halobacterium.
Mpri nioipo6HO 06cyiuM atn 6esiku B riiase 14.

CewmeiictBo AT Pa3 V-muna crpykrypuo pojcrsentno ATPazam F-tuna. Irtu 6enku
B HopMme Kauaior H, a ne cunresupyior ATP. Ouu nepenocsit H B takue opranesuibi,
KaK JIN30COMbI, CHHANTUYECKUE [Y3bIPbKU M PACTUTEJbHBIE BAKYOJIH LIS 3AKUCTEHIS
BHYyTpPeHHeli cpe/ipl aTux KoMmaprMentos (eMm. puc. 13.36).

3. ABC-nepeHOCYHKH B OCHOBHOM TPAHCIIOPTUPYIOT Y€Pe3 KJIETOUHble MeMOPaHbI
MaJjble MOJIEKYJbl. JDTuM oHu oTandaioresi oT ATPa3 P-; F- m V-tuna, xoropnie cre-
[UAU3UPYIOTCS HA MOHAX.

Jlo koHIa ranHoro pasesa Mol OyjeM paceMarpuBaTh Hacockl P-tutia u ABC-tiepe-
HOCUHUKHU.

11.2.5. Ca?*-Hacoc aBnAeTca Hanbonee nsyyernHon ATPasoi P-tuna

OYKapHOTUYECKUE KJIETKH TO//JIEPKUBAIOT OUYEHb HU3KYIO KOHIIEHTPAIMIO CBOOO/I-
noro Ca?" B mmrosone (~107 M), Torjga Kak BO BHEKJIETOYHOI Cpee KOHIEHTPaIUs
Ca?* znauntenbo Bbie (~103 M). [laske HeGOJIBIIOE KOJMYECTBO BXOSIIETO KaJb-
1M1 3HAYMTEIBHO YBEJIMYMBaeT KOHLEHTpaimio ceoboanoro Ca?t B 1urosone, u mOTOK
Ca?" 1o rpaJiMenTy KOHIIEHTPAIMU B OTBET HA BHEKJIETOUYHbBIE CUTHAJIbI SIBJISIETCS OJIHIM
u3 croco6oB ObICTPOI Iepefadnl 3TUX CUTHAJIOB 4epe3 ILIa3MaTHYECKylo MeMOpaHy
(cM. rnaBy 15). TakuM 06pasoM, I KJIETKU BasKHO II0/JIEPKUBATh KPYTOil IpajneHT

MOHBI HeborbLuasi Monekyna
(H*, wnm K*, unu Na*, unn Ca®*) H

x |

LMTO30Mb N
| o 7 -
P ATP > pi + |ADP ADP! + Pi

=

ADP

Hacoc P-tuna NPOTOHHBI HAacoC ABC-TpaHcnopTep
F-tuna (n V-tuna)

Puc. 11.12. Tpu Tvna ATP-3aBUCMMbIX HAaCOCOB. 34eCb CXEMATUYHO MOKa3aHbl Pa3/INunA MONEKYNAPHOrO
yCTpoiicTBa HacocoB. Kak n pepmMeHTbl, HaCoCbl MOTYT paboTaTb B 0OPAaTHOM HamnpaBEHUN: KOTAa S/1IEKTPOXM-
MMUYECKME rPaAMEHTbI PaCTBOPEHHbIX BELLLECTB MEHAIOT Hanpas/ieHue, n oTHoweHue ATP/ADP mano, oHv moryT
cuHTe3mpoBatb ATP 13 ADP, Kak nokasaHo ana ATPasbl F-Tvna, KoTopas B HOpme paboTaeT B 3TOM pexunme.
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Ca?" uepes mmazmarnyeckyio MemOpany. Tpancroprepst Ca?’, akTHBHO OTKauMBaOIKE
Ca?" U3 KJIeTKH, TIOMOraloT MO/IEP/KUBATh Takoii rpagnent. OJHIM U3 HUX SBJISETCS
Ca?*-ATPasa P-tuna; apyrum — antunopr (tak naseisaemblii Na'/Ca? -o6mennux),
JIBIDKYIIEN CUIol paGoThl KOTOPOTO CJIY3KUT 3JIEKTPOXUMUYECKUN MeMOPAHHbBIN MPAJIUEHT
Na* (em. puc. 15.41).

HauGonee msyuennas tpancmoprHast ATPasa P-truma — Ca?*-macoc, wim
Ca?*-ATPasa, capronaazmamuueckozo pemukyiyma (CP) KIETOK CKeJETHbIX MBIIIIII.
CP — 970 cIermam3npoBaHHbIN BUJT SHIOTLIA3MATIIECKOTO PETUKYTyMa, (DOPMUPYIOITHI
CeTb MOJIBIX MEIIOYKOB B IIUTOILJIA3Me MBIIIEYHBIX KJIETOK U CIYKAIWIA 71T BHYTPUKJIE-
touynoro xpanenns Ca’*. Korza nmorenuman AeiiCTBHS AENONSPU3YET MLIa3MaTUYECKYTO
MeMGpany MbinedHoi kaetkn, Ca?" BoicBoGoskaaercs u3 CP B imro3o.b yepes Ca’t-ka-
HAJbL, 9TO TIPUBOAUT K COKpamieHnio Mbimbl (cM. raaBy 16). Ca®*-macoc, Koropbiii
cocraBjsier 0koJ10 90% MeMmGpannoro Genka CP, BosBpamiaer KajbLuil M3 LATO30JII
ob6pario B CP. DHjonmazmMarnueckuii peTuKyJIyM HEMbBIIIEYHBIX KJIETOK HECET CXO/HbII
Ca?*-nacoc, HO B MEHBIINX KOJMYECTBAX.

Tpexmepnas crpykrypa Ca®*-macoca CP pacmmdpoBaHa Ipu IIOMOIIM PEHTre-
HOCTPYKTYPHOTO aHajM3a. JTa CTPYKTypa M aHaaus pojctBenHoro H*-nacoca rpu-
6OB 1O3BOJIUJIN TOJYUYUTb TePBOE TIpejcTaBienue o BceX Tpancnoprubix ATPazax
P-tuna, kotopble, Kak Mperoaraior, o01aJaioT CXO[HOI cTpyKTypoit. OHu coaep:Kar
10 TpancMeMOPaHHBIX Oo-CIHUPAJel, TP U3 KOTOPBIX OOPA3YIOT HEHTPAIbHBIN KaHA,
niepecekaionuil um/Hbii 6ucioit. B nedochopuinpoBaHHOM COCTOSIHUN JIBE CIIUPAJIT
HapyHIAIOTCS 1 (DOPMUPYIOT € HUTOIIABMATUIECKON CTOPOHBI MEMOPAHbI 111eJb, CBSI3bI-
BAIONIYTO 1BA NOHA Ca?*. CaaspmBanme ATP ¢ cafiToM CBI3bIBAaHUS HA TOIH Ke CTOpOHE
MeMOpaHbl U TOCJIeIYIONIUi TiepeHoc TepMuHabuoii ocdarnoit rpybt ATP wa acna-
PATMHOBYIO KUCJOTY TIPUJIETAIONIETO JOMEHA MPUBOANT K 3HAUYUTENLHON TepecTpoiike
TpaHcMeMGpaHHbIX crimpadeii. [lepecrpolika Hapymaer caiit cBssbiBanus Ca®t, 1 MOHbBI
BBICBOOOKIAIOTCS HA TPOTUBOIOIOKHOI cropore MeM6Gpanb B omed CP (puc. 11.13).
XapaKTepuCTHIECKUM CBOICTBOM BCeX HAcOCOB P-Tuma sBisgercs TOT (akT, 4TO OHU
hochopunmpyior camu cebst B 1polecce mepeHoca NoHOB.

11.2.6. Na*/K*-Hacoc P-Tna nnasmarnuyeckom membpaHbl co3gaer rpa-
AveHT Na* yepes nnasmaTnyeckyro memb6paHy

O6bruHo, koHtenrparusa K* sayrpu kiertkun B 10—30 pas Gosibiiie, YeM CHAPY:KI;
obparnoe cnpaseammBo aasg Na® (em. ta6maiy 11.1, erp. 652). Nat /K*-nacoc, wm
Nat-Hacoc, nmpuCyTCTByeT B TLIa3MaTHYECKOil MeMOpaHe MPaKTUYeCKH BCEX KJIETOK
SKUBOTHBIX U TOJJIEPKUBAET ATy pasHUIly KouieHTparmii. Hacoc pa6oraer xak ATP-
3aBUCHUMBIII AHTUTIOPT, AKTUBHO OTKAuMBaoImuii Na© 13 KJIeTKH MPOTHB AJIEKTPOXUMU-
4ecKoro rpajaventa u sakaunsaionmii K B kaerky (puc. 11.14). TlockoabKy Hacoc
rugposusyer ATP mist tpancniopra Nat mapy:xy u K' BHYyTpb, €ro Takke Ha3bIBaiOT
Nat /K*-ATPasoii. Hacoc otnHocutcst k cemeiictBy ATPas P-tunma m odeHb Moxox
na Ca?"-nacoc (puc. 11.15).

Pariee Mb1 ymomstry i, uto rpaanent Na't, cosmaBaembiii Nat /K -HacocoM, cryskuT
JIBIGKYIIEN CUITON TpaHcnopTa GOJIBIIMHCTBA MTUTATENbHBIX BEIECTB B XKIBOTHbIE KJIETKH,
a TakyKe WTpaeT KJIOYEeBYIO POJb B PETyJdNuu nuTomiazMarndeckoro pH. Tummanas
JKMBOTHAs KJIETKA TPATUT TOYTH TPETh CBOEH SHEPTHH Ha MO/iepyKaHue paboThl 3TOTO
Hacoca. Hacoc morpe6uisier ere GoJibllie SHEPIHU B IEKTPUYECKN AKTUBHBIX HEPBHBIX
KJIETKaX, KOTOPbIe, KaK Mbl YBUMM HITKE, B MIPOIecce Tepeadll HePBHBIX MMITYJIbCOB
norJionaoT He6oJbioe KoamdectBo Na* u tepstior memuoro K*.
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Puc. 11.13. Mopenb nepeHoca CaZ*-Hacocom capKONnasmaTU4eCcKoro peTukynyma. (a) CTpyKTypbl He-
dbochopunmposaHHoro, ceazaHHoro ¢ Ca®* coctoaHus (ceea) u dpocdopunnposaHHoro, ceoboaHoro ot Ca?t
COCTOAHWMA (cripasa), paclundpoBaHHble METOLOM PEHTIEHOCTPYKTYPHOrO aHanu3a. (6) Mogenb nokasblBaeT,
KaK CBA3blBaHME WU rMaponn3 ATP BbI3bIBatOT 3HAaUMTE/IbHbIE KOHGOPMALIMOHHbIE U3MEHEHUA, NPUBOAALLME
K CONUMKEHMIO HYKIEOTUA-CBA3bIBAIOLLIErO CaiTa U gomeHa dochopuampoBaHms. Mpeanonaratot, YTo aTa nepe-
CTPOViKa NPUBOAMT K NMOBOPOTY aKTUBATOPHOIO AoMeHa Ha 90°, UTO BbI3bIBAET CMeLLEHME TPaHCMEMBPaHHbIX
cnupaneli, HapyLliatolee Ca2*-caa3blBaloLLyto Wenb. B pesynstate Ca?* BXOAWT B IOMEH CapKONAa3MaTUyecKoro
petukynyma. (AgantuposaHo u3 C. Toyoshima et al., Nature 405: 647—655, 2000. C nto6e3Horo paspelueHus
nsgatensctea Macmillan Publishers Ltd.)

Kax u mo6oit ¢epment, Na'/K*-nacoc Mosker paGotatb B 00paTHOM HaIpaBJe-
HuM, B fanHoM ciaydae aist cunreda ATP. Korma rpaauentst Nat u K* uckyccrenno
MOBBINIAIN /0 YPOBHS, KOI/Ia 3allaCeHHasi B HUX HHEPrusi CTAHOBUJIACH GOJIbIIE, YeM
xuMmdeckast sHeprus ruaposusda ATP, 3T MOHBI HAUMHAIN MUTPUPOBATH TI0 CBOEMY
anekTpoxuMITdeckomMy rpaamenty, n Nat/K*-nacoc mauntas cunresnposats ATP uz ADP
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Puc. 11.14. Na*/K*-Hacoc. 3TOT TpaHcnopTep akTMBHO oTKaumsaeT Na* 13 KJeTKM 1 3aKaumBaeT B KaeTky K*
NPOTUB UX 3NIEKTPOXMMUYECKUX FPAANEHTOB. Ha Kaxayo rmapoavM30BaHHYIO BHYTPY KNETKU monekyny ATP
13 K/IETKM BblKaumBatoTca Tpy noHa Na* 1 3akaumBatotca gsa noHa K*. Cneunounueckuii MHrimbutop yabanH
1 K* KOHKYpVPYIOT 332 OZMH CaMT CBA3bIBAaHMA Ha BHEKNETOYHOM CTOPOHE Hacoca.

u docdara. Takum o6pasom, docdopuimposannast popma Hacoca (1mar 2 Ha pucyHKe
11.15) Moxket pesakcupoBath Ji6o IyTeM nepeHoca csoero (ocdara Ha ADP (ar 2—rmar
1), 6o 1yTem usMenerus coeil koudopmaruu (mar 2—mar 3). Kax 6y/er ucrosbso-
BaHO CyMMapHOe u3MeHeHue CBOGOHON IHepPruu (s cwaTesa ATP wim ist OTKAuKN
Na* u3 K/IeTkn), 3aBUCHT OT OTHOCUTEJNbHBbIX KOoHUeHTpauuii ATP, ADP u docdara
u ajekTpoxuMudeckux rpajguentos Na* u K*.

ITockosbky Na*/K*-Hacoc Ha /iBa 3aKa4aHHBIX BHYTPb KJIETKH MOJOKHUTETHHO 3a-
PSKEHHBIX MOHA OTKAYMBAeT HAPYKY TPH, OH ABJIAETCS d1exmpozennvin. OH co3naer
CYMMapHbBIN 3JIEKTPUYECKUII TOK uepe3 MeMOpaHy |, CJIeJ[0BATeJbHO, 3JIEKTPUIeCKUil
noterrmait. [Ipu aToM KJIeTKa BHYTPH 3apsKeHa OTPUIATETbHO OTHOCUTETHLHO BHETITHEH
cpeabl. OHAKO TaKoe 9JIEKTPOreHHOe JeiicTBIe Hacoca peako BHocuT Gojiee ueM 10 %-it
BRIl B MeMOpanubrit moternman. Ocrambibie 90 %, Kak Mbl 06CYANM HIDKE, 3aBUCST
ot Na*/K*-macoca TOJBKO KOCBEHHO.

C npyroii croponbl, Na*/K*-Hacoc HanpsiMyto yuacTByeT B PETYJISINI KOHIIEHTPA-
1IN PACTBOPEHHDBIX BEIECTB BHYTPH KJIETKU U, CI€I0BATENHLHO, UTPAET POJIb B KOHTPOJIH-
POBaHNK OCMOJSAPHOCTH (MM MOHUYHOCIL) TATO30151. Bee KIeTKH B I1a3MaTHIecKon
MeMOpaHe COoJiep:KaT CIelUaJIn3uPOBaHHbIe KaHAJIbHbIE OEJIKH, HA3bIBAEMble AKSANO-
punamu (HoApoGHO omucaHHbIMU Ha crp. 673(1158)) u ciyskarmumu 17t YCKOPEHUst
MOTOKA BOJIbI Yepe3 MeMOpany. TakuM o6pa3oM, BO/a JBUXKETCSI B KJETKY WJIN U3 Hee
10 TPA/IMEHTY KOHIIEHTPAIIUU; ITOT MPOIECC HA3bIBAETCS 0cMOCOM. Kak oObsicHsieTcsi
B npusioskennu 11.1, KIeTka coep;KUT BBICOKHE KOHIIEHTPAITNY PACTBOPEHHBIX BETIECTB,
BKJIIOYast MHOTOUYMCJIEHHBIE OTPUIATEIbHO 3apsiKEHHbIE OpraHnYecKue MoJIeKyJIbl (Tak
Ha3bIBaeMble (PUKCUPOBAHIHBIE AHUOHBL) U COMYTCTBYIOIINE UM KaTUOHBI, HEOOXO/IUMbIE
JUTS YDABHOBEIINBAHUST 3aPsI/IOB. 3a CUET 3TOTO CO3/1aeTCsi GOJIBIION OCMOTHIECKUIT TPAIH-
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Puc. 11.15. Mogenb pabouero umkna Na*/K*-Hacoca. (1) CBasbiBaHMe BHyTpuKAeTouHoro Nat u nocneaytoliee
docdhopmnmposaHme 3a cyet ATP Ha LMTOMNNA3MATUYECKOW CTOPOHE HAcOCa Bbi3blBAET KOHPOPMALMOHHYIO
nepecTpoiKy Hacoca, biarogaps kotopoi (2) Na* nepeHocuTca yepes memMbpaHy 1 BbICBOBOXKAAETCA CHAPYKM
KneTku. (3) 3aTtem cBAsbiBaHWe K* Ha BHEK/IETOUYHOM MOBEPXHOCTU U nocneaytollee aedocdopuamposBaHme
Hacoca Bo3BpaLlaeT 6e/10K B ero UCXoaHy KoHbopmaLmio, 4To (4) npuBoauT K nepeHocy K yepes membpaHy
1 ero BbICBOBOXKAEHMIO B LUTO30/1b. KOHOOPMALMOHHbIE NePEeCcTPOMKM aHaorMYHbI Nepexogam A <> B, no-
KasaHHbIM Ha puc. 11.5, 3a uckntoyeHnem Toro, YTto 3aech Na*-3asrcrmoe docdopunmnposaHue u K*-3asrucrmoe
aedocoopunmnposaHme 6esika Bbi3bIBAOT YNIOPALOYEHHbIE M3MEHEHMA KOHGOPMaLLMK, NO3BOAAIOLME BeNKy
coBepluaTh NnosesHyto paboty. 4 NpoCcTOTbl HA PUCYHKE MOKa3aHbl CaliTbl CBA3bIBAHUA O4HOrO MoHa Na*
1 ogHoro noHa K*, o4HaKo peanbHblli HAaCOC HECEeT TpM caliTa cBA3biBaHUA Na* u asa — K*.

€HT, CTPEMSIIHICS «IIPUTSHYTh» B KJIETKY BOY. sKMBOTHDIE KJIETKN TIPOTHBOAENHCTBYIOT
ATOMY SIBJIEHUIO TIyTEM CO3/IaHUST TPOTUBOIIOJIOKHOTO OCMOTHYECKOTO TPA/IMEHTA 3 CYET
BBICOKO# KOHIIEHTPAIIMK HEOPraHmyecKnX noHOB, B ocHoBHOM Na' u Cl, Bo BHeK/IeTOU-



WNCTOYHWKM BHYTPUKIIETOYHOW OCMONAPHOCTH

1 HecmoTpsi Ha KpynHble pasMepbl, camu 2 3a cyeT aKTMBHOTO TpaHcrnopTa 3 OcMOnNApHOCTb BHEKNETOYHOM
no cebe MaKpOMONeKynbl BHOCAT OYeHb 1 MeTabonuyecknx npoueccos XNOKOCTU co3naeTcqa B OCHOBHOM
HebonbLown BKMag B OCMOJSIAPHOCTb KNETKW, KNeTka COAEPXUT BbICOKYHO MarneHbKUMY HEOPraHNYECKUMIU NOHaMMU.
MOCKOMNbKY KaXKaasi U3 HUX CYMTAETCsl OAHON  KOHLUEHTPaLUWIO MarnblX OpraHMYecknx  OHu MeasieHHo ABWXYTCA Yepes
MOMEKYMON U UX OTHOCUTENBLHO Marno no MOnekyn, Ans KoTopbiX nna3maTuyeckyto MemGpaHy B KIeTKy.
CpPaBHEHUIO C YMCIIOM MarblX MONEeKyI nnasmaruyeckasi MembpaHa Ecnu nx He oTkaumeaTtb U ecnu
B kneTke. OgHako 6OMbLUMHCTBO HenpoHuuaema. K aTum monekynam B KNeTke HeT Apyrux monekyn,
61onorMyeckmx Mornekyn HecyT GonbLuve OTHOCATCA caxapa, aMUHOKNCIIOTbI B3aMMOAECTBYIOLMX C HUIMM
3apsagbl U NpUTArMBatoT MHOro Y HyKneoTtnapl. HOCKOHbe 1 BNUAKOLLKX Ha UX pacnpenenexHue,
HeopraHM4eCcknX NOHOB MPOTUBOMOMOXHOIo 6OnbLUNHCTBO 3TUX METaboNMToB B KOHLIE KOHLIOB MOHbI NpuayT
3Haka. 3a cuyeT 6onbLUIoiA KOHLUEHTpauum 3apsAXKeHOo, OHN Takxe NpUTArnBaroT B paBHOBECHE — WX KOHLeHTpauum
3TN NMPOTUBOUOHbLI BHOCAT 3HAYUTENbHbIV MNPOTUBOUOHDI. Manble meTaGonuTbl BHYTPW N CHapY>W KNETKN BbIPOBHAKOTCA.
BKIla[ BO BHYTPUKMETOYHYH OCMOMSAPHOCTb. U X MPOTUBONOHbLI BHOCAT 6onbLuon OpHako NpucyTCTBUE B KNeTke
BKnazj BO BHYTPUKNETOYHYIO 3apAXEeHHbIX mMeTabonuToB
OCMOISIPHOCTb. 1 MaKpOMONEKYI, NPUTArUBAOLLNX
3TV MOHbI, NPUBOAMT K acpcpekTy [loHHaHa:
o6Last KOHLEeHTpaLUs HEOPraHNYECKNX
MOHOB (M, criefjoBaTenbHO, UX BKNag,
B OCMOISIPHOCTb) CTAHOBUTCS
B paBHOBeCUK Gonblue BHYTPU KNneTKkun,
HYeM CHapy>xu.
MNPOBNEMA
I'Iepel-mcneHHble BblLlLe (.JpaKTopr NMPUBOOAT K TOMY, YTO eCinun
KreTka HM4ero He genaet ans perynaumin cBoew OCMOJIAPHOCTH,
KOHUEHTpauua pacTBOPEHHbIX BELWECTB BHYTPU KIETKU 6yp,e1' BblLle,
YeM cHapyxu. B pesynbsraTe KOHUEHTpaLUWs BOAbI CHapYyxu Gyaet
6ornblue, Yem BHYTpW. Ota pasHuua 3acTaBUT BOAY HEMPepbIBHO
MATY Yepes3 NnasmaTuyecKyro MembpaHy B KMeTKy 3a CHeT ocMoca.

PELWEHWVE

KrneTku X1BOTHbIX 1 BakTepuii perynmpyroT KneTtku pacTeHuii He HabyxaroT MHorue npocTeiimne He HabyxatoT
CBOI BHYTPUKMETOYHYIO OCMOMSIPHOCTD 6narogaps *ecTKon KNeTo4How B BOAe, HECMOTPS Ha pasHOCTb
nyTeM akTUBHOIO OTKa4YMBaHUs CTeHKe, 1 MO3TOMY OHU CMIOCOGHbI OCMOTUYHOCTEN BHYTPU 1 CHapYyXu
HeopraH1yecknx MoHos, Hanpumep Na*. BblAEPXNBaTb PasHuLLY KNeTKu, 3a cHeT Nepuoanyeckoro
B pesynbrate KOHUEeHTpaumst OCMOTUYHOCTY BHYTPU U CHapyXw BbITaNKMBaHWs BOAbl U3 crieLuarnbHbIX
HeopraHM4yecknx MOHOB B LiUTonnasme KMeTKN: co3faeTcsi BHyTPEHHee cokpaTuTerbHbIX BaKyore.
MeHbLLEe, YeM BO BHEKNETOYHON XNAKOCTH, TypropHoe AaBrieHne, koTopoe
YTO KOMMEHCUPYET U36bITOK OpraHN4Yecknx B paBHOBECUM 3acTaBnsieT
BELLECTB B KIleTke. BbIXOAMUTb W3 KIETKW CTOSBKO Xe

BOfibl, CKOJIbKO B HEe BOLLIMO.
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woil skuakoct. Na*/K*-Hacoc momoraer HOAEp;KUBaTh OCMOTHYECKOE PaBHOBECHE,
orkaumBasg Na®, MpPOCOYMBIMICA B KJIETKY TO ajeKTpoxmummaeckoMy rpaanenty. Cl
HE IPOXO/UT B KJIETKY OJiarojiapsi MeMOpaHHOMY MOTEHI[UAIY .

B ciyuae KpacHbIX KPOBSIHBIX KJIETOK Y€JIOBEKA, Yy KOTOPBIX OTCYTCTBYET SI/IPO
U IPyTue OpPraHesiibl, a iasMarnieckas MeMOpana 06J1a/1aeT BbICOKOI IIPOHUIAEMOCTDIO
JUUIST BOJIBI, OCMOTUYECKOE JIBUKEHHE BO/IbI MOJKET 3HAYUTEJLHO BJIUSATH HA 0ObEM KJIETOK,
n Na*/K*-Hacoc urpaet BAKHYIO POJib B TIOIEPSKAHIN JIOTTYCTHMOTO 0GBheMa SPUTPOTII-
T0B. EC/Ii 9TU KJIETKU TIOMECTHTD B 2UNOMOHUdecKuil pacmeop (T.e. pacTBOp ¢ HU3KOI
KOHIIEHTpalllell PAaCTBOPEHHDBIX BEIECTB W, CJIeOBATEIbHO, BBICOKOW KOHIIEHTpAIlNen
BOZIbI), BOJA HAYMHAET MATH B KJIETKM, B Pe3yJbTaTe 4ero OHM HaGyXaloT W pa3pbiBa-
1orcst (IIPOUCXOANUT JIU3UC); U, HAOOOPOT, €CJIU KJIETKH [OMECTUTD B 2UNEPIMOHUYCCKULL
pacmeop, onu cxumatorcst (puc. 11.16). Porp Na*/K*-nacoca B peryssiimn oGbeMa
HPUTPOINTOB YCTAHOBJEHA ToCTe 00paboTKM KjaeTok wmHrméntopoMm Na*/K*-macoca
yabaunom, KOTopasi IPUBOANIA K HAOyXaHUIO U Pa3pbiBy KJIeTOK. OHAKO B GOJIBIIH-
CTBE JKUBOTHBIX KJIeTOK ocMoc 1 Na*/K*-Hacoc nrpaior HeGOMBINYIO POJIb B PETYJISAIINN
KJIETOYHOTO 0ObEMA, TIOCKOJIbKY OOJIbIIIAst YACTh [UTOILIA3MbI HAXOUTCS B reJIeN006HOM
COCTOSIHMU ¥ COIPOTHUBJISIETCSI 3HAYUTEIbHBIM M3MEHEHUsIM ee 00beMa B OTBET Ha W3-
MeHEHUsI OCMOJISIPHOCTH.

Knerku pyrux KMBOTHBIX CIIPABJSIIOTCS] ¢ OCMOTHYECKUMU POOGIEMaMi Pa3HbIMU
criiocobamu. Kiietku pacrenuii 1 MHOTHX GaKTepuil HE MOTYT Pa3opBarbesi OJaroapsi
OKPY>Kalollel UX TUIa3MaTHIecKyto MeMOpaHy MOJTyKeCTKON KJIeTOYHOU cTeHke. Y ame6
OCMOTHYECKH TIPOHUKAIOIIAS B KJIETKU N30BITOYHASI BOJIA 3aK/IIOUAETCSI B COKPATUTE/IbHBIE
BAaKyOJIM, KOTOPBIE TIEPHOIITIECKH OLOPOKHSIOTCSA BO BHEIIHIOI cpe/y (CMOTpH IIpuioxKe-
nue 11.1). Bakrepun tak:xe 06/1a1a10T MEXaHU3MAaMU GBICTPOTO BBIBE/ICHKS HOHOB 1 B He-
KOTOPBIX CJyYasiX JIajKe MaKPOMOJIEKYJI [0/l BO3/IEUCTBUEM OCMOTUYECKOrO IOKA.

11.2.7. ABC-nepeHoCYNKN COCTaBNAIOT cCamoe 60bluoe CeMeiicTBO
MeMO6paHHbIX TPAHCNOPTHbIX 6eNKOB

[Mocseamm THIOM GeJTKOB-TIepeHOCYNKOB sABgeTcs ceMeiictBo ABC-Tpancnoprepos,
Ha3BaHHBIX TAaKMM 06Pa30M TIOTOMY, YTO KasK/Iblil GEIOK HeceT /[Ba BBICOKOKOHCEPBATHB-
nbix ATPasubix gomena uan ATP-cesaspiBaionux «kaccerbr» (ATP-Binding “Cassette”)
(puc. 11.17). Caasbianue ATP upusogut K aumepusaiun aByx ATP-cBssbiBatonmx
JloMeHoB, a rugposn3 ATP — k nx muccormarmn. [lpeanomnaraercs, 4Tto aTu CTPYKTYpPHbIE

3ybyartblii HOpMarbHbI HabyxLumn TNN3NPOBaHHbIN
SPUTPOLUNT
KOHLIEHTPaLus NOHOB
BO BHEKIIETO4YHOM -
npocTpaHcTBe N . . CUINbHO
rVII'Iep;C():HVI;eCKVIM VI30TC;I;I/ILICS)CKVIM rMI‘IOT;);IM‘-IOeCKMVI FMNOTOHNUECKMIA
pacTsop pactsop pacTeop pacTsop

Puc. 11.16. OTBeT KpacHbIX K/IETOK KPOBU YeI0BEKa Ha USMEHEHUE OCMOJIAPHOCTY BHEK/IETOYHOM }KUAKOCTU.
KneTtkun Ha6yxa|0T NN CKUMAKOTCA NPU ABUXKEHUU BOAbI B KNETKY NN U3 HEE NO rPpaaAneHTy KOHUEHTpauun.
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a) ABC-TPAHIMOPTEP Y BAKTEPUM

HeGOJ‘IbLLIa\H Monekyna

UMTO30Mb
ATPa3HbIe P ATP 2 ADP +2Pj
LOMEHbI

6) ABC-TPAHCIIOPTEP Y 3YKAPUOT

LUNTO30J1b
Hebonbluas
MOJ'IeKyJE ; - -
V] ATP| 2/ADP + 2P;
ATPa3sHble
OOMEHbI

Puc. 11.17. TunuuHble ABC-TpaHcnopTepbl NpokapuoTt (a) u aykapuor (6). TpaHcnopTepbl COCTOAT U3 He-
CKONIbKMX OMEHOB: 06bIYHO, U3 ABYX TMAPODOBHbIX JOMEHOB, KaXAbl U3 KOTOPbIX COCTOUT U3 LLIECTU TPAHC-
MeMBpPaHHbIX CermeHToB, GopMUPYHOLLMX NYTb NEPEHOCA U ONpeaensaoLmx cybcTpaTHyO cneundruyHoCcTb,
1 ABYX ATPa3HbIX JOMEHOB (TaKKe Ha3blBaeMbix ATP-CBA3bIBAOLLLMMM KacCeTamm), BbICTYMAOLLMX B LLUTO30/1b.
B HEKOTOPbIX CNlyyasx 06e NONOBUHbI TpaHCNopTepa 0b6pa3oBaHbl OA4HUM NOUMNENTUAOM, TOTAA Kak B APYruX
C/ly4asnx OHM COCTOAT U3 ABYX U Bonee NOANMNENTUAOB, YNAKOBaHHbIX B CXOAHYHO CTPYKTYpY (cm. puc. 10.24).
B oTcyTcTBMM cBA3aHHOrO ATP caliT cBA3bIBaHWA TPAaHCMOPTEPA PACcnonaraeTca IMH60 C BHEK/IETOYHOM CTOPOHbI
(y npokapuoT), "Mbo ¢ BHYTPUKNETOYHOM CTOPOHDI (Y 3yKapmoT nam npokapmort). CeasbiBaHne ATP Bbi3biBaeT
KOHPOPMaLMOHHbIe NEPECTPOMKM, B pe3y/ibTaTe KOTOPbIX CyBCTPaT-CBA3LIBAIOLWMIA «KapMaH» NepexoauTt
Ha Apyryto CTOpoHy; rmaponuns ATP 1 nocneayowaa auccoumauma ADP Bo3BpallatoT TpaHCNopTep B ero uc-
XOAHYI KoHbopmaumio. bonbwmHcTBo ABC-nepeHocumKkoB paboTaeT B 060Mx HanpasBaeHuax. B 6aktepuax
06HapyKeHbl Kak MMNOPTUPYIOLLME, TaK U SKCnopTupytoLme ABC-TpaHCropTepbl, HO Yy SYKapuoT NoYTH Bce
ABC-nepeHOCYMKM SKCMOPTUPYIOT BELLECTBA M3 LIMTO30/1A IMBO BO BHEK/IETOYHOE NPOCTPAHCTBO, 6O B 3aM-
KHYTble MEMBPaHHbIe KOMNAPTMEHTbI, HanpUMep 3P NN MUTOXOHAPUM.

U3MEHEHUS IIUTOILIA3MATUYECKUX JIOMEHOB TIePe/IaloTcsl Ha TPaHCMeMOPaHHbIE CerMeH-
Tbl. B pe3yJbTare MpoucxoAsaT JaabHelne KOHMOOPMAIMOHHbBIE TEPeCTPOIKHI, 3a CUeT
KOTOPbBIX CalTbl CBSI3bIBaHUs CcyOCTpaTa CTAHOBATCS JOCTYIHBIMU CHAYajga HA OJ[HOI
cropoHe MeMGpanbl, a 3areM Ha JApyroii. Takum o6pazom, ABC-1iepeHocurKy KCHOIb3YIOT
csizbiBanue u rujiposind ATP jjist Tpanciiopra MajibIx MOJIEKYJT yepe3 GUCJION.
ABC-tpancroprepbl COCTaBJISIOT caMoe OOJIbIIOe CeMENCTBO MeEMOPAHHBIX TPAHC-
nopTHbIX 6GesikoB. OHU UMEIOT OrpOMHOE MeJMIIMHCKOoe 3Havyenue. [lepBbiM ObLT Oxa-
pakTepu3oBaH GakTepuaIbHbIl OEJOK ITOro cemeiictBa. Mbl yiKe YIIOMUHAIM, YTO
1agMaruueckas MeMOpaHa BceX GakTepuil COJAEPIKUT TPAHCHOPTEPDI, MCHOJIb3YIONINe
rpasiuent H* yepe3 MeMOpany J17isi liepeHoca Pa3inyHbIX UTATEIbHBIX BEIECTB B KJETKY.
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Bakrepuu takske o6sasaior rpancrioprabivMu ATPazamu, Kotopble IMIOPTUPYIOT OIpejie-
JIEHHBIE MaJible MOJIEKYJIbI 3a cuer tuaposnsa ATP. B takux Gaxkrepusx, kak E. coli,
obmazaomux ABoiiHbME MeMOpanamu (puc. 11.18), Tpancnoprabie ATPasb pacioio-
JKEHbI BO BHYTpeHHel MeMOpane, U /ISl 3aXBaTa IMUTATEIbHbIX BEIIECTB W UX JIOCTABKU
K TPaHCIIOPTEPaM OHH MCIOIb3YIOT BCIIOMOraTe/ibHble Mexanusmbl (puc. 11.19).

B E. coli 78 renos (5 % Bcex renos Gakrepun!) xomupyior ABC-tpancnoprepbr.
Y JKMBOTHBIX 9TO 4KCJIO ere 6osbine. HecMOTpst Ha TO 4TO, KaK IMPe/Io/IaraeTcst, KayK/ bl
TpaHcnopTep crerududeH K orpeaeeHHOl MoJIeKyJIe Wl KJIACCy MOJIEKYJI, Pa3HOoOpa-
31e cyOCTpaToB, TPAHCIOPTUPYEMbIX 3TUM CYTIEPCEMENCTBOM, OYeHb BEJIMKO U BKJIIOUAET
B ce0s1 HeopraHmyecKue HOHbI, AMUHOKHUCJIOTBI, MOHO- 1 TIOJIUCAXAPU/IbI, TIENTU/IbI U JIA3Ke
6enku. Ecou 6akrepuanbibie ABC-TpaHCopTepbl UCTIO/Ib3YIOTCS KAK JIJIST UMIIOPTA, TaK
U JIJIST 9KCTIOPTA, Y 9YKAPUOT OHMU, MO-BUINMOMY, CTIETMAIU3UPYIOTCS HA 9KCIIOPTE.

B camomM neste, mepBbie naeHTH(MIMPOBAHHDIE syKaproTndeckue ABC-Tpancrmoprepbl
OoOHApYKUIN OJ1aro/lapsi UX CIIOCOOHOCTH OTKAYMBaTh THAPO(OOHDbIE JIEKApCTBA U3 11~
TorasMbl. OHUM U3 TAKKX TPAHCIIOPTEPOB SIBJISIETCST GEJOK MHOKECTBEHHOI JieKap-
crBennoii yeroitunBoctu (MDR). Cepxakcnpeccust 9T0ro GeJika B PAKOBBIX KJIETKAaX
YesI0oBeKa MOKET TIPUBECTU K TOMY, UTO KJIETKU CTAHYT YCTONYUBBIMUA OJTHOBPEMEHHO KO
MHOKECTBY HEPO/ICTBEHHBIX IIUTOTOKCUIHBIX JIEKAPCTB, MTIPOKO TPUMEHSIEMbIX B XUTMIIO-
Teparnuu paka. Jledenue JiioObIM U3 ATUX PETAPATOB MOKET IPUBECTU K CEJIEKTUBHOMY
BBIKMBAHUIO U PA3PACTAHUIO PAKOBBIX KJIETOK, KOTOPBIE SKCIIPECCUPYIOT OOJIbIIE TPAHC-
moprepa MDR. 91u ki1etku ouerb a9 PeKTUBHO OTKAUNBAIOT JE€KAPCTBA M3 KJIETKU W,
CJIe/I0BATETbHO, OTHOCUTENBHO YCTONUNBBI K TOKCHUECKUM 3(hheKTaM MPOTHBOPAKOBBIX
npenaparoB. TakuM 06pa3oM, oTOOP PAKOBBIX KJETOK, OOJAJAIONNX YCTONUNBOCTBIO

nunononucaxapuibl

__=-nopuH

. NMNoNpoTenH
BHELLHWIA
NUNUAHBIA Gucnon nenTnaormukaH
pacTBOpUMBIN Genok
nepunnasmMmatm4yeckoe yY u \ v V | B nepunnasmatny4eckom
25 NPOCTPaHCTBO . npocTpaHcTee
v ' T TpaHcnopTHas ATPasa
l BHYTPEHHUIA

NUNUAHbIN Bucnon

LUMNTO305b

Puc. 11.18. YuyacToK aBoiiHON membpaHbl 6akTepum E. coli. BHyTpeHHAs membpaHa — 3To niasmaTuyeckas
membpaHa KneTku. Mexay BHYTPEHHEN U BHELWHEN AMNuaHbIMM MeMbpaHamM pacnoiaraeTcs NopuUCTbIi
YKECTKUIA NeNTUAOMMKAHOBBIV C/IOW, COCTOALMI U3 6EKOB 1 NOANCaXapnaoB, — baKkTepuasbHan KNeTo4YHas
CTeHKa. OH CoeIMHEH C IMNONPOTENHOBLIMM MOJIEKYIAMM BO BHELLHEV MeMbBpaHe 1 3ano/HAET nepuraa3ma-
muyeckoe npocmpaHcmao (NoKasaHa To/IbKO Hebo/bLIasA YacTb NENTUAOIIMKAHOBOTO C/105). ITO MPOCTPAHCTBO
TaKKe COAEPKUT MHOXKECTBO MOJIEKY/T PACTBOPUMbIX 6e1KOB. MYHKTUPHBIMU IMHUAMM (MOKa3aHbl 3es1eHbIM)
HaBepxy pUcyHKa 0603HaueHbl NosMcaxapuaHble Lenn 0cobbix IMNonoancaxapuaHbix Monekyn, GopmMmupyro-
LLMX HAPY»KHbI MOHOC/IOW BHELHEN MembpaHbl; 418 HAINALHOCTM NOKa3aHO TO/IbKO HECKO/IbKO TaKMX Liene.
BaKTepuu ¢ 4BOMHBIMM MeMBPaHaMM Ha3bIBAOTCA 20aAMOMPUUAMEbHbIMU, TOCKONbKY OHW 0becLBeumBatoTCA
nocse NPOMbIBKM MPU OKpaLIMBaHUK MO [pamy TEMHO-CUHUM KpacuTenem. baktepuu ¢ ogHon membpaHoi
(Ho Bonee TONCTOM KNETOYHOW CTEHKOW), Hanprmep CTadUNOKOKKM U CTPEMTOKOKKU, MOC/IE MPOMbIBKM OCTALOTCA
CUHUMM 1 MO3TOMY Ha3blBaOTCA 2paMITO0HUMENbHBIMU; UX BHYTPEHHAS MEMBPaHa aHalorMyHa BHyTPEHHe
(nnasmatunyeckoit) membpaHe rpamoTpuLaTebHbIX bakTepuii.
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_ KNETOYHAA NMOBEPXHOCTb

BHELWHAA
MEMBPAHA
nepunnasmaTn4eckuni cBOOOAHbIN
CBSI3bIBAKOLLUIACA C CybCcTpaToM nepuniasmaTnyeckumi
6ernok B kKoMnnekce CBS3bIBAKOLLMIACSA
C pacTBOPEHHbIM BELLECTBOM ¢ cybecTpatom 6enok
N\ /
MEPUNNASMATUYECKOE /\
MPOCTPAHCTBO
P
BHYTPEHHAA
(MITA3SMATUYECKAA)
MEMBPAHA

LMTO30Mb

ABC-TpaHcnopTep

Puc. 11.19. Bcnomorate/ibHble TPaHCNOPTHbIE CUCTEMbI, CBA3aHHbIE C TPAaHCMOPTHbIMU ATPasamu y 6aktepuii
C ABOWMHbIMU MeMbpaHamu. PacTBopeHHoe BellecTBo anddyHAMpPYeET yepes KaHanoobpasytowme 6enku (no-
pVHbI) BO BHELLUHEN MeMbpaHe 1 CBA3bIBAETCA C 1epunaa3mamu4eckum cybcmpam-ceasbiearoujum 6enKom,
KOTOpbIM NpeTeprnesaeT KOHPOPMaLMOHHbIE NEPECTPOKM, MO3BONAIOLLME eMy CBA3aTbCA C ABC-TpaHcnopTepom
B N1a3MaTUYecKoi membpaHe. 3atem ABC-TpaHcnopTep CBA3bIBAET PaCTBOPEHHOE BELLECTBO M aKTUBHO nepe-
HOCUT ero Yyepes NJ1asMaTUYecKyro MembpaHy B peaKkLn, CONpsaKeHHON ¢ ruaponnsom ATP. MenTuaorIvKaH
ONyLLEeH ANA HAarNAAHOCTU; ero NopucTan CTPYKTypa No3BoNAeT cybcTpaT-cBA3bIBatoWMM 6esikam 1 Bogopac-
TBOPMMbIM BeLLeCcTBaM ABUraTbCA MOCPEACTBOM NPOCTol Anddy3nu.

K OJIHOMY JIEKAPCTBY, MOKET ITPUBECTU K YCTONYNBOCTU K ITMPOKOMY CIIEKTPY MPOTUBO-
PaKoBBIX IpenapaToB. Hekoropble mcciemoBaHus Mokasaam, 4to a0 40 % pakoBBIX
COCTOSIHMI Y€JIOBEKa Pa3BUBAIOT MHOKECTBEHHYIO YCTONUMBOCTD, CO3/1aBasi CEPbe3HbIe
MPENATCTBUSA B 60pbOe TIPOTUB 3TOTO 3a00JIEBAHII.

CxofiHOe 1 B PaBHOU CTeTleHU TyOuTeTbHOE SIBJIEHNE CBI3aHO ¢ Tpocteiinmmm Plas-
modium falciparum, Bpi3biBaonmM Massipuio. Bosee 200 MIJUIMOHOB JTO/Iell Ha T1aHeTe
3apaskeHbl TUM Mapa3uTOM, KOTOPDII /I0 CUX TIOP OCTAETCs PACPOCTPAHEHHON TIPHYMHOMN
CMEpTH, €KEr0/IHO YOUBask MUJIJIMOH YesIoBeK. PazBuThe yCcToiYnBOCTH K IPOTHBOMAJISI PUTT-
HOMY JIEKAPCTBY XJIOPOXUHY 3aTPY/IHSIET KOHTPOJIb Masisipun. Y ycroitunsbix P. falciparum
MOSIBUJIOCH HECKOJIbKO KO TeHa, kogupyoriero ABC-tpancnoprep XJI0poXuHa.
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B GosbiuncrBe Kietok mo3BoHouHbIX ABC-niepeHocunk B MeMOpaHe HOILIA3-
MaTU4ecKoro perukyayMa (IP) akTHBHO TPaHCIOPTHPYET PasHOOOPA3HbIE NENTH/IbI
U3 1UTO30Js1 B JjiioMeH DP. ITu nenTu/ibl SIBJSIOTCS MPOAYKTOM Jerpajaiun GeJKOB
B nporeocomax (cM. rmaBy 6). Ouum nepenocsarcs ns IP K MOBEPXHOCTH KJIETKH, /e
MIPOBEPSTIOTCST TMUTOTOKCHYHbIME T-mmMormtamu. Ecim OKasbIBaeTcd, YTO TMENTH/IBI
MPUHAJIEKAT BUPYCaM WM JPYTUM MUKPOOPTAHM3MaM, CKPBIBAIOIINMCS B IIUTO30Je
uHuIEpoBanHoil kiaeTku, T-mMdonuTbl yousaor oty Kiaerky (cM. riaBy 25).

Eme oganM unenoB cemelictBa ABC-TpaHcrioptepoB siBJsieTcst 60K mpancMeM-
opannvil pezyasmop myxosucyudosza (Cystic Fibrosis Transmembrane Conductive
Regulator, CFTR), KOTOpbIil OTKPBLIN IPY U3YYEHUH PACITPOCTPAHEHHOTO TEHETHYECKOTO
3a6osieBanust MyKosucyudoza (kucrosnoro ¢hu6posza). 1o 3a60J€BaHUE BbI3bIBACTCS
myrarmeii rera, koaupyioiero CFTR, kotopsrit hyukimonnpyer B kadectBe Cl-kanasna
B IJIa3MaTUYECKOI MeMOpaHe snuresinanbibix Kietok. CFTR perynupyer koHienrpammn
MOHOB BO BHEKJIETOYHOM JKIUAKOCTH, 0COGeHHO B jerkux. Oanu u3 27 mpeacraBuTesiei
€BPareonIHON Pachl HECET reH, KOAUPYIOIIUil MyTanTHyIO (hopMy 3TOro GesiKa; y OJHOr0
u3 2900 oGe Komuu reHa MyTUPOBaHbI U, CJeJ0BaTeIbHO, pa3BUBaeTcs 3a6oJieBaHue.
B ormame ot apyrux ABC-TpancnopTepos, B 9TOM cydae cBsi3biBaHMe u Tuaponu3 ATP
He CJIysKaT ABWXKYIIEeH CuJloif mpoliecca TpaHcnopra. BMecTto aToro oHu KOHTPOJIUPYIOT
otkpbiBanne n 3akpbiBanne Cl-kanama, o kotopomy maccusHo asikercst Cl o asekTpo-
XUMIYecKoMy rpauenTy. Takum o6pasom, ABC-6ekn MOryT (DyHKITMOHUPOBATD U KaK
TPAHCIIOPTEPDI, 1 KaK KaHAbI.

3aKknwuyeHune

Tpancnopmepul ceasvisarom onpedenenmvie pacmeopeHHbvle 6eu,ecmsa i nepe-
HOCSM UX uepe3 JUnuonbil 6ucaol 6.1az00aps KOHGOPMAUUOHHBIM NepecmpoliKat,
3a cuem KOMOPbIX CAlm C6A3bl6AHUS 6EUECNEA OKA3bIEAEMC NONEPEMEHHO MO
Ha 00noti cmopone memopanvl, mo na opyeoti. Hexomopuvie mpancnopmepvt npocmo
nepeHocam pacmeopeHHoe 6euecmso no €20 1eKMpPOXUMULECKOMY 2padueHmy, mozoa
Kax opyzue cnocobnvL pabomamnv 6 Kauecmee HACOCO8 U NePEHOCUMb BEULCEO NPO-
mue zpaduenma, ucnov3ys 0as amozo suepeuro uopoausa ATP, epaduenm dpyeozo
sewecmea (nanpumep, Na* uau H*) unu céem 015 cosepuienus noc1edo6amebhulx
Kongopmayuonnvix nepecmpoex. Tpancnopmepvi cocmasasiom HebGoIbUOE YUCLO
beakosvix cemeticms. Kaxodoe cemericmeo codepxum 6eaKku co cXOOHOU aMUHOKUC-
JIOMHOU NOCAe008AMENLHOCINDIO, PAOOMAIOUUE NO CXOOHOMY MEXAHUIMY U KOMOPbLE,
nPeonooKUMeNbHO, IG0IOUUOHUPOSANL om obuezo Oeaxa-npedxa. Cemelicmeo
mpancnopmuvix ATPa3 P-muna, ¢ xomopoe éxodsm Ca’*- u Na*/K*-nacocwl, s6-
JSAEMCS BAKHIM NPUMEPOM; Kaxoas uz smux ATPa3 6 meuenue pabouezo yuxaa no-
caedosamenvro gochopunupyem u deghochpopunupyem camy cebs. Cynepcemeiicmso
ABC-mpancnopmepos sa6asemcsi Camvlm OOIbUUM CEMEUCNEBOM MEMOPANHBLX MPANC-
nopmuvlx 6e1K06 u umeem eaxmnoe meduyunckoe suauenue. Ono exaouaem 6 cebs
benxu, omeememeentvle 3a MyKoGUCYUA03, A MAKKe JeKAPCMEEHHYI0 YCMOUUUBOCTb
PaKo6bIX KIEMOK U BbL3bIEAIOUUX MATAPUIO NAPAIUMOS.

11.3. VloHHbIe KaHanbl N 3N1eKTpNUYecKne CBoOMNCTBa MmeMopaH

B ornmume ot Ge/IKOB-TIEPEHOCYNKOB, KaHa/bHble OeJKH 00pa3yioT B MeMOpaHax
ruapodIIbHbIE TIOPBI. [TpecTaBUTEe N OTHOTO U3 KJIACCOB KAHATBHBIX GETKOB, TIPUCYT-
CTBYIOIINE B TIPAKTHYECKH BCEX JKMBOTHBIX KJIETKAX, (DOPMUPYIOT Uie/iesble KOHMAKmMbl
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MEK/y COCEJIHUMU KJeTKaMu; o0e I1a3MaTuyecKie MeMOPaHbl BHOCST PABHBIN BKJIAJ]
B 06pa3oBaHne KaHAIA, COeIMHSIIONIErO IUTOIVIA3MbI KJIETOK. DTH KaHAJIbI 00CYKIAI0TCS
B TiaBe 19, u 371ech Mbl UX paccMarpuBarh He OyzieM. lllesieBble KOHTAKTBI U nOPUHbL,
KaHasoo6pasyoiiue GeJiKu BHelHell MeMOpaHbl GaKTePHii, MUTOXOH/IPUI 1 XJIOPOILIACTOB
(em. riay 10), 06/1/1a10T OTHOCUTEIBHO IUPOKUMU U JOCTYIHBIME [OPAMU, 4TO GbLIO
ObI CMEPTEJHbHO I KJIETKH, eCJi Obl OHU HAMPSIMYIO COEIMHSIIN IATO30Jb C BHEKJE-
TOYHBIM IIPOCTPAHCTBOM. B camoM jiesie, Muorue GakTeprajibHbie TOKCUHBI IMEHHO TaK
y6uBaior apyrue kiaerku (cM. riaBy 24).

C apyroii cTOpoHbI, GOJBIIMHCTBO KAHAJTBHBIX GEJTKOB MIa3MaTHYECKON MeMOPaHbI
JKUBOTHBIX U PACTHTETbHBIX KJIETOK, COS/IMHSIONINX IIUTO30/Ib CO BHEITHEH CPEIoi KJIETKH,
110 He0OXOIMMOCTH 00JIA/IAI0T Y3KUMHE, BbICOKOCEJEKTUBHBIMU TOPAMU, KOTOPbIE MOTYT
ObICTPO OTKPBIBATLCS W 3aKPBIBATbCS. 110CKOMIBKY aTH OeNKI crelnuueckn CBSI3aHbI
C TPAHCIIOPTOM HEOPraHWYeCKUX MOHOB, UX HA3bIBAIOT MOHHBIMH KaHajamu. VloHHbie
KaHaabl 6osiee a(PEKTUBHO TPAHCIIOPTUPYIOT MOJIEKYJIbI, YeM OeJKU-TIEPEHOCUNKH.
Uepes OTKPBITHIH KaHAT 3a OHY ceKyHay MoxkeT mpoiti 100 MUJIMOHOB MOHOB — 3TO
B 10° pas Gouble, 4eM CKOPOCTh CAMOTO GBICTPOTO 13 M3BECTHBIX GEIKOB-TIEPEHOCYNKOB.
OHaKO KaHAJIbI HE MOTYT ObITb COIPSIKEHbI ¢ KAKUM-JTMO0 UCTOYHUKOM JHEPrHM, YTO
HEoOXO/IMMO JIJIsSI AaKTUBHOTO TpaHcinopTa. 1loaroMy onu ornocpeyior ToJabKO HaCCUBHbII
(no rpazuenty) tpancnopr. Takum 06pa3oM, (GYHKIMS HOHHBIX KAHAIOB COCTOUT B TOM,
4T0GBI NO3BOMMTH HeopranmdeckuM nonam — Na*, K¥, Ca?" wim Cl — O6picrpo aud-
(byHIMpOBaTH Yepes JUTHIHBIN GUCJIOL TT0 X ATEKTPOXUMIIECKOMY TPAIeHTY. [KaK MbI
YBU/IUM, CIIOCOGHOCTDb PETryJIMPOBATH HOHHbBIE IOTOKK YEPE3 ATU KAHAJIBI JIEXKUT B OCHOBE
MHOruX KjietouHbix (yukimii. Hepshbie kiaerku (Heiiporbr) oco6eHHO 3B HEKTUBHO uc-
MOJTb3YIOT MOHHBIE KAHAJDI, U Mbl PACCMOTPHM, KAKYIO POJIb PA3JIMYHbIE KAHAJIBI UTPAIOT
B TIOJIyY€HWH, TPOBE/ICHUN U Tlepe/iaue CUTHATIOB.

11.3.1. NoHHbIe KaHalnbl NOH-CENEKTUBHbI N GAYKTYMPYIOT MeXAY
OTKPbITbIM 1 3aKPbITbIM COCTOAHUAMMN

Wontble kanarbl 00JIAIAI0T IBYMSI BAXKHBIMU CBOHCTBAMHU, OTJIMYAIONUMU UX OT TIPO-
CTBIX 3aITOJTHEHHBIX BOOI TTOP. Bo-TIepBBIX, OHU 06JIAAIOT UOHHOU CeAeKMUBHOCINDIO,
IIPOIYCKast OJIHA MOHBI, HO HE TMO3BOJISI MPOXOJUTH JAPYIUM. DTO YKa3bIBAaeT Ha TO,
YTO UX MOPbI JOJLKHBI ObITh MECTaMH JIOCTATOYHO Y3KUMM, YTOObBI TIPOXO/ISIINE HOHBI
BXOJIUJIM B IJIOTHBII KOHTAKT CO CTEHKAMU KaHAIa. JTO HEOOXOMUMO JIJISI TOTO, YTOOBI
KaHaJ IPOIYCKAJ TOJIbKO HOHbI TIOJIXO/ISIIIETO padMepa 1 3apsijia. UTtoObl MpoiiTi, 4acTo
OJTHOII IIETIOUKOI, CaMyIo Y3KYIO YaCTb KaHAJIA, TaK Ha3bIBAEMbIIl Ce1eKmusHblll (huivmp,
MOHDI JIOJDKHbI JIMITUTHCS TIOYTH BCEX CBS3AHHBIX ¢ HUMH MOJIeKyJ1 Bojbl (puc. 11.20);
9TO OIPAHMYUBAET CKOPOCTb UX TpaHcnopra. TakuM 06pa3oM, NIpu yBeJMYeHH KOHIEH-
TPAIX HOHOB TIOTOK MOHOB Yepe3 KaHa POIMOPIIMOHAIBLHO YBETMYUBAETCS /10 TEX TI0P,
[OKa He JIOCTUTAET HEKOETO MAKCHMAJIbHOTO YPOBHS (HACBIIEHNS).

BropbIM BayKHBIM OTJIMYMEM MOHHBIX KAHAJIOB OT IPOCTBIX 3alOJHEHHBIX BOJON
OP SIBJISIETCS TO, YTO MOHHbIE KAHAJIbI OTKPBITDI HE BCEr/la. Y HUX €CTh TAK Ha3bIBaeMble
«B0pOMA», KOTOPbIE TIO3BOJIAIOT UM OTKPBLIBATHCS HA KOPOTKUIT IIPOMEKYTOK BPEMEHH
1 3areM cHoBa 3akpbiBatbest (puc. 11.21). Bosee Toro, npu npoao/sKuTenbHoii (xumu-
YECKON WJIM DJIEKTPUYECKOIT) CTUMYJISIU GOJIBITMHCTBO KAHAJIOB EPEXO/ISAT B 3aKPHITOE
<HEBOCIIPUIMYHMBOEY, WU «<MHAKTUBUPOBAHHOEY, COCTOSTHIE, B PE3YJIbTATE YEro OHU TIepe-
CTAIOT OTKPBIBATHCS JI0 TEX TIOP, TIOKA CTUMYJT He IPEKPAIIIAETCS, ATO MbI 00CY MM MO3KeE.
OCHOBHBIMU THUIIAMU CTUMYJIOB, KOTOPbIE BbI3BIBAIOT OTKPbIBAHNE MOHHBIX KAHAJOB,
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3AKPbIT OTKPbIT

NUNUAHbIA <:(>
bucnow

CEeneKTUBHBIN OUNLTP
B BOASIHON nope

Puc. 11.20. TUNUYHBI/ UOHHDIN KaHan, GAYKTYMPYIOLLUIA MEXKAY OTKPLITBIM U 3aKPbITbIM COCTOSSHUAMMU.
MoKa3aHHbIN 34ecb B NONEpPeYHOM Cpese KaHa/bHbIl 6enok obpasyer B aMnuaHom bucnoe ruapodubHyto
Nopy TONbKO B KOTKPbITOM» KOHPOPMaLMK. MPesnonaratoT, YTo CTEHKM NOpbI BbICT/AHbI NOASPHbLIMM rpynna-
MU, @ boKoBble Leny rmapodobHbIX aMUHOKMC/IOT B3aUMOAEWCTBYIOT C IMNUAHBIM 61cioem (He NOKasaHo).
Ha of,HOM 13 y4acTKOB (B CENEKTUBHOM GUALTPE) MOPA CYKAETCA 40 aTOMHbIX Pa3MePOB, YTO B 3HAYMTENIbHOM
cTeneHu onpeaenser CeNekTMBHOCTb GpUabTpa.

SIBJISIIOTCS] M3MEHEHME TPAHCMEMOPAHHOI PA3HOCTHU TIOTEHINATIOB (ROMEHUUAI-3a8UcCUMbLe
KAHAvl), MEXaHUYECKOoe JaBaeHne (Mexano-4yecmeumenvivle Kanaivl) U CBSI3bIBAHIE
suranga (uzano-zasucumvie xKanaivl). B kadecTBe JUraHaa MOXKET BBICTYIATh JHG0
BHEKJIETOUHBII Me/IuaTop, a MMeHHO HelipoMeanarop (meduamop-3asucumvie Kanaiot),
J6GO BHYTPUKJIETOUHbINH MeuaTop, HanpuMep uoH (UOH-3A6UCUMbIe KAHAIbL) WU HY-
kiaeorusl (Hykaeomuod-3asucumvle Kanaiot). Bomee TOro, akTHBHOCTb MHOTHX KaHAJIOB
peryaupyercsi hocopusiuposanueM u jgedocdopusinpoBanueM OeKa; STOT TUI PETy-
JIAIIMN KaHAJIOB M HYKJICOTH/I-3aBICHMbIe KaHAJbl PACCMOTPEHbBI B Tyiase 15.

Ha pannbrit MomenT ommcano 6osiee 100 THIIOB HOHHBIX KaHAIOB, U [0 CHX HOP Ha-
XOJZIAT HOBbBIE, KaXK/Iblil N3 KOTOPBIX XapaKTepu3yeTcss HOHOM, KOTOPbII OH TIPOITYCKaeT,
MEXaHMU3MOM PeryJisIiiuy U KOHIIEHTpalluell 1 JoKaau3aieil B kierke. VIOHHbIe KaHAJIbI

noreHuman- nuraHa-3aBUCUMbIA  UraH4-3aBUCUMBbIN ynpaensaercsi
3aB1CMMbIV (BHEKNETOYHbIN (BHYTPUWKNETOYHbIN MexaHU4eckn
nvrana) nvrang)

N

+4+ +++

3AKPbIT

OTKPbIT

LMTO30Mb

Puc. 11.21. BopoTa MOHHbIX KaHaN0B. [10Ka3aHbl pasHble BMAbl CTUMY/IOB, OTKPbIBAOLLMX MOHHbBIE KaHa/bl.
Y MexaHO-4yBCTBUTE/IbHbIX KaHA/I0B YacTO eCTb LMUTOM/Ia3MaTUYeCcKnue OTBETB/IEHUA, CBA3bIBAIOWME KaHan
C LMTOCKENIETOM (He NMoKa3aHo).
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OTBEYAIOT 3a 3JIEKTPUYECKYIO BO30Y/MMOCTH MBIIIEYHBIX KJETOK, U OHH OIOCPELYIOT
GOJIBIIMHCTBO BUJIOB 9JIEKTPUYECKUX CUTHAJIOB B HEpBHOU cucteMe. OT/Ie/IbHbIN HEHPOH
Mosker B HOopMe Hectn 10 1 6Gojiee THIIOB MOHHBIX KAaHAJIOB, PACIOJIATAIONIMXCS B Pas-
JIMYHBIX JOMEHAX €ero IIa3MaThieckoil MeMOpanbl. Ho noHHBIE KaHA/IbI CBONCTBEHHBI
HE TOJIbKO 3JIEKTPUYECKU BO30YAUMbIM KieTkaM. OHM MPUCYTCTBYIOT BO BCEX JKUBOTHBIX
KJIETKaX 1 BCTPEUYAIOTCS B PACTUTENIBHBIX KJIeTKaX U MUKPOOPraHu3Max: HallpUMep, OHI
YYaCTBYIOT B IpoIlecce 3aKPhIBAHUS JIMCTHEB MUMO3bI W TO3BOJITIOT OAHOKJIETOUHOMY
Paramecium Menstb HampaB/eHne ABIKEHNS TOCIE CTOJIKHOBEHNS.

BosmozkHo, Harbo1ee pacpocTpaHeHHbIMI HOHHBIMI KaHAJIAMHE SIBJISTIOTCS KAHAJIBI,
rponuiaeMbie B ocHoBHoM it K. Onu pacrnosiaraiorcst B mia3MaTUdeckoil MeMOpane
MIPAKTUYECKH BCEX JKUBOTHBIX KIeTOK. Bakubril moasu KY-kaHaIoB OTKphIBAETCS Jaske
B HE CTUMYJINPYEMON W «TIOKOSIIENC» KJIEeTKe, U TOITOMY 3TU KaHATIbl MHOTIA HA3bl-
BaioT KaHaJgamu yteyku K*. HecMoTpst Ha TO 4TO 9TOT TEPMUH, B 3aBUCUMOCTH OT TUIIA
KJIETKU, TIPUMEHSIETCST KO MHOTUM pasandibiM K -kanasmaM, Te BBIIOIHSIOT OJUHAKOBYIO
dyukiuio. /lenas miazmaruyeckyio MeMOpany GoJiee iporuiaeMoii st KY, uem st ipy-
IMX MOHOB, OHU WI'PAIOT KJIOUEBYIO POJIb B TOJIEPKAHINA MEMOPAHHOTO TIOTEHITHAIA.

11.3.2. MemO6paHHbIN NOTEHLMAN XKVNBOTHBIX KJ1I€TOK 3aBVICUT B OCHOB-
HOM OT KaHanoB yTeukn K* n rpaguenra K* uepes nnasmarnuyeckyio
mem6paHy

MeMOpaHHbIii MOTEHIMAT BO3HUKAET, KOT/Ia 3apsi/Ibl HA JBYX CTOPOHAX MEeMOPAHbI
He PaBHBI 32 cUeT HeGOJIBIIOTO M30BITKA TOJOKUTETbHBIX HOHOB OTHOCUTELHO OTPHIIA-
TEJBHBIX C OJTHOW CTOPOHBI U HeGOJIBINOTO jeduruta ¢ apyroit. Takas pasHuiia 3apsios
MOJKET BO3HUKATh B pe3yJibTare paGoThl 91eKTporeHHbIXx HacocoB (cM. crp. 662) wim
3a cuer naccuBHoOi quddysun nonos. Kak Mbr o6cyguM B riaBe 14, ajieKTporeHHbie
H*-Hacocbl Bo BHYTpeHHelT MeMOpaHe MUTOXOH/IPUI CO3/1At0T OOJIBIINYIO YacTh MeMOPaH-
HOTO TOTEHINAA Yepe3 9Ty MeMOpaHy. DJIEKTPOT€HHbIE HACOCHI TAKXKe I'eHepUpYIOT
OGOMBITYIO YacTb 2JIEKTPUYECKOTO TMOTEHIHANA TIJIa3MaTHYecKoil MeMOpaHbl pacTeHuil
u Tpr6oB. OHAKO B TUMUYHBIX JKMBOTHBIX KJIETKAX OCHOBHOI BKJIAJ] B SJIEKTPHUYECKUIT
TIOTEHITNAJT TIJIA3MATHIeCKON MeMOPaHbl BHOCHT TTACCUBHOE JBIKEHHUE MOHOB.

Kak ommcano Boie, Na*/K*-nacoc cmoco6eTByeT MOMIEPKAHUIO OCMOTHIECKO-
TO paBHOBecus 4epe3 KJIECTOUHYI0 MeMOpaHy >KMBOTHBIX KJIETOK 3a CYET YMEHBITCHWS
KOHIleHTpaIu BHyTpukJaetouHoro Na*. TTockosbky Na' BHYTpU KJeTKn MaJio, IpyTrix
KaTHOHOB JIOJIZKHO GbITh MHOTO JIJTSI Y PABHOBEIITMBAHUST 3aPSIOB (PUKCHPOBAHHBIX AaHUOHOB
KJIETKHW — OTPHUIIATETHHO 3aPSKEHHBIX OPTAaHTYECKUX MOJIEKYJI, BCET/IA TIPHUCY TCTBYTOINX
B KJIETKE. DTy POJb, B OCHOBHOM, BbITIosHseT K*, KOTOPDIil aKTUBHO 3aKaYMBAETCSI BHYTPD
kierkn Na'/K*-HacocoM n Takske MOKeT CBOOOJHO TMPOHUKATh B KJIETKY U BBIXOIUTDH
U3 Hee 4epe3 KAHA/Ibl YmeyKl, PaclooKeHHbIe B ITa3MaTH4IecKoil MeMOpane. Biaro-
napst otuM Kananam K Haxo[uTcs movTH B PABHOBECHH, KOTJIA AJIEKTPUYECKAs CUJIA,
cozfaBaeMas N3ObITOYHBIMI TTpUTATHBaoNmMMI K* B KJIeTKy OTpHIIaTeIbHBIMI 3aps/IaMy,
KoMIleHcupyercst yreukoir K* 1o ero KOHIEHTPAIlMOHHOMY TpajineHTy. MeMOpaHHbIi
TIOTEHITNAJT SIBJISETCS MPOSIBJICHNEM 3TON AJIEKTPUYECKON CHJIBI, M MbI MOXKET PacCUNTATh
€ro paBHOBECHOe 3HaueHne U3 HaKJIoHa Tpajienta koHtenrpaiun K. Caenyioniie pac-
CYXKIEHUS TIPOSCHAT 3TO YTBEPsK/ICHNE.

[Ipeamomo:xiM, 9TO NCXOHO TPAIMEHT HANIPSKEHNS Yyepe3 MeMOpaHy OTCYTCTBYeT
(MeMOpaHHbIii MOTEHIMA PaBeH HyJI0), HO KoHIeHTpaimsa K' BelnKa BHYTPH KJIETKH
n Masia cHapyku. K™ Gysier cTpeMuThest IOKMHYTH KJIETKY Yepe3 KaHAJIbl YTeUKH 32 CUET
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rpajanenTta KoHienrpai. K™ HadumHaeT ABUraThCs M3 KJIETKM, W KasKbIii HOH OCTABJISI-
€T HEyPaBHOBEIIEHHDBIN OTPUIIATEIbHDBIN 3apsA/l, YTO CO3/AeT TEKTPUIECKOe T0Jie, W
MeMOPaHHbII TIOTEHIIUA, KOTOPbIi Oy/eT MPEMsTCTBOBATh JlajbHeiinieMy Bbixogay K.
Cymmapmbiit Tok K* ipekpariiaercst, Koria MeMOPaHHbIN OTEHITUAT JJOCTUTAET 3HAYEHMS,
[IPU KOTOPOM 3JIEKTPUYECKash Cuiia, JeiictByiomas Ha K*, ToyHO ypaBHOBelInMBaeTcsi
BJINSTHIEM KOHIIEHTPAIIMOHHOTO TPA/INEHTA, T. €. KOT/[a 3JeKTpoXuMudecKuii rpagament K*
CTAHOBHUTCS paBHBIM Hy. 0. HecMoTpst Ha To uto moubl Cl Takyke HAXOASATCS B PaBHO-
Becun, MeMOPAHHbIIN TIOTEHIUAT HE TI03BOJIsieT GOJIBIIUHCTBY U3 HUX BOUTH B KJIETKY,
MOCKOJIbKY OHU 3apsSLKEHBI OTPUIIATETHHO.

YcaoBue paBHOBECHS, TIPH KOTOPOM CYMMAPHBIH TOK TOHOB Yepe3 IJIa3MaTIIeCcKyio
MeMOpaHy OTCYTCTBYET, ONPEIEisieT MOTEHIHA TIOKOSI MEMOPaHbI TaKOH MIeau3upo-
BaHHOM KieTku. IIpocrasg, HO oyeHb BaxkHagd ¢opmyna — ypaBHenue Hepacra — Ko-
JINUECTBEHHO OIUCHIBAET YCJIOBUE PABHOBECHS U, KaK OObsCHEHO B mpuioskennu 11.2,
[TO3BOJISIET PACCUNTATh TEOPETUYECKHUI ITOTEHIAT TIOKOST MeMOpaHbl IPU HM3BECTHBIX
KOHIIEHTPAIISIX NOHOB BHYTPH U CHAPYXKU KJaeTKr. OJHAKO TOCKOIBbKY MIa3MaTIIeCcKast
MeMOpaHa peasbHOI KJIeTKN TpoHuiaeMa He Tobko st K u Cl, peasbHbiil moTeHim-
aJl TOKOsI OOBIYHO HEMHOTO OTJIMYAETCS OT MPeJICKa3anHoro ypasuenueM Hepucra jjist
nonos K* u Cl.

11.3.3. MNoTeHUnan NOKOA MeA/IeHHO Y6biBaeT Nocsie OCTAaHOBKM
Na*/K*-Hacoca

Jlist ycraHoBJieHHsT MEMOPAHHOTO MOTEHI[HA/IA Yepe3 IIa3MaTUIecKyio MeMOpaHy
JIOJDKHO JIBUTAThCsSl HEOOJIbIIIOE YHCTIO MOHOB. TakuM o6pazoM, MOKHO CUHTATh, YTO
MeMOPAHHDBIN OTEHIMAT BO3HUKAET OJiaroJiapsl JBUKEHUIO 3apsi/lOB, NPAKTHYECKH
He BJMSIONIEMY Ha KOHUeHmpauuu UOHOB. B pesyibrate ¢ IBYX CTOPOH MeMOpPaHb
PasHUIA B YKCJIE TOJOKUTENbHBIX M OTPUILIATEbHBIX 3apsaaoB Hepenka (puc. 11.22).
Bosiee Toro, mepeHoc MOHOB MPOMCXOAUT OY€HB OBICTPO, OOBIYHO 32 MUJLIHCEKYH/IbI
i ObICTpee.

PaccmoTpuM n3Menenne MeMOPaHHOTO TIOTEHITAA PEATHHON KJIETKH MOCTIe BHe3all-
Hoit nHakTrBarmn Nat/K*-nacoca. Cpasy porcXoauT HeOOIBITIOE TIaIeHe MEMOPAHHOTO
MOTEHITNAA, TIOCKOJIbKY HACOC 3JIEKTPOTeHEH 1 B AKTHUBHOM COCTOSTHUN HATIPSIMYIO BHOCUT
HeOOJIBINON BKJIA B MeMOpaHHbBIN TTOTEHIIUAI, OTKaunBasi Tpu noHa Na' u 3akadymnBast
nBa nona K. OHako OTK/II0YEHHE HAacoca He BJSIET Ha GOJIBIIYIO COCTABJISIIONIYIO T10-
TeHI[Ma/a MOKOsI, CO3/aBaeMyI0 MeXaHu3MOM paBHoBecusi K*, onmcanHbIM Bbiiiie. IJta
COCTaBJISIONIAs MEMOPAHHOTO TIOTEHITUAIA COXPAHSIETCST /10 TEX TIOP, MOKA KOHIIEHTPAIIHSI
Na* BHyTpu KJeTKu ocraercss HU3Koi, a KoHieHTparust KT — BbICOKOI, Kak paBuIo,
B TeueHre MHOTUX MUHYT. Ho 1mazmarnyeckas MeMOpaHa B TOM WM UHOM CTENeH! TPO-
HUIaeMa I BceX MaJblx MoHoB, Br/odad Nat. Criemosarespno, 6e3 Nat/K*-nacoca
co3/laBaeMble UM HOHHbIE TPA/IMEHTHI B KOHIIE KOHIIOB HCYE3HYT, U MeMOPAHHBIN T10-
TEHIMAJ, HapanieHHbIil 3a cuer auddysnn yepe3 KaHaabl yreukn K', takxke ymajer.
IIpu Bxome Na' Hapyiaercss ocMOTUYECKOE PAaBHOBECHE, W BO/Ia HAUYMHAET MPOHUKATDH
B kyetky (eM. npustoskenue 11.1, erp. 664). B pesyJibrare KiieTka yepes Kakoe-To BpeMst
IPUXOUT K HOBOMY COCTOSTHHIO 1OKOs1, ipu KotopoM monbl Na*, K u Cl maxoggarcs
B paBHOBeCHHU ¢ 00eUX CTOPOH MeMOpaHbl. MeMOpaHHbBIN MOTEHIMAJ B 9TOM COCTOSTHUN
3HAYNTEIBHO HIKE, YeM y HOPMaTbHOI KJIeTKH ¢ akTiBHBIM Na*/K*-HacocoM.

ITorenIman okos >KMBOTHON KJaeTKN naMensercs or —20 MB no —120 mB B 3aBu-
CUMOCTH OT OpraHmu3Ma u Tura Kjietku. HecMorpst Ha 1o uro rpajguent K Bcerga BHOCUT



YPABHEHME HEPHCTA 1 MOHHbIE TOKU

HanpaeneHue Toka noboro noHa 4Yepea MemMopaHHbIi
KaHanbHbIN 6ernok 3agaet aneKTPOXMMUYECKUIA rpaaneHT
3TOro MoHa. ATOT rpagueHT cknaabiBaeTcs U3 AByX
3hHeKTOB: rpagneHTa HanpsXKeHUs U KOHLEHTPAaLIMOHHOMO
rpagveHTa noHa Yepes membpany. Korga atn aga siBneHus
ypaBHOBELLMBAKOT APYr Apyra, 3NeKTPOXMMUYECKUIA
rpagueHT MoHa PaBeH HyIio, U CyMMapHbIU TOK MOHa
Yepes KkaHan oTcyTCcTByeT. [pagneHT HanpsikeHust
(MembpaHHbIN noTeHuman), Npu KOTOPOM AOCTUraeTcs

3TO paBHOBECUE, HA3bIBAETCS PABHOBECHBLIM MOTEHLMANoM
noHa. Ero MoxHo paccumtatb U3 ypaBHeHusi HepHcta,
KOTOPOE Mbl BbIBEAEM HIXKE.

YpaBHeHve HepHcTa nmeeT cnepyowmnin BUa:

V:E]n Co

ZF G’

V/ = paBHOBECHbIN NOTEHUMan B BonbTax (BHyTPEHHUN
noTeHLUMan MMHYC BHELIHUIA noTeHuuan),

G, and C; = BHeluHss (outside) n BHYyTpeHHss (inside)
KOHLIEHTpaLWn MOHA COOTBETCTBEHHO,

R = rasosas noctosHHas (2 kkan-monb -K™),

T = abcontoTHasa Temnepatypa (K),

F = koHcTaHTa ®apages (2,3-10° kkan-B™-mons™),
7 = BaneHTHOCTb (3apsa) MoHa,

In = norapudm ¢ ocHoBaHVeM €.

YpaBHeHue HepHcTa BbIBOAMTCS CrieayoLmmM oGpasom:

Morekyna B pacTBOpe (pacTBOPEHHOE BeLLEeCTBO)
[BUXETCA U3 06MacTu BbICOKON KOHLEHTpaLmn B obnacTtb
HU3KOWN KOHLIEHTPaLMM NPOCTO 3a CHET Cry4aiHoro
[BWXEHUS MOMEKYS1, YTO NPYBOAUT K PABHOBECHIO.
Bcnepcraue aToro, ABUXEHUE MO rPafUeHTy
KOHLIEHTPALK COMPOBOXAAETCS BbIMIPbILLEM

B cBOGOAHOM 3Heprun (AG < 0), Toraa Kak ABUXEHNe
NPOTVB KOHLIEHTPALMOHHOTO rpafiueHTa npuBoAnT

K HEBBIFOAHOMY U3MEHEHWIO CBOGOAHON SHEPrM
(AG > 0). (MoHaTne cBobOAHON 3HEPrUM BOAUTCS

B rnaBse 2 1 06CyaeTcs B KOHTEKCTe
OKVCIUTENbHO-BOCCTAHOBUTESbHBIX peakLmii

B npunoxexun 14.1, ctp. 2?7?.)

BbIMrpbil B CBOGOAHON SHEPrUM HA MOJb PACTBOPEHHOTO
BeLLecTBa, NePeHEeCEHHOro Yepes nnasmaTnyeckyio

membpaHy (AG, paseH —RT In C/C..

KOHLI)’

Ecnu pacTBopeHHoe BeLeCTBO NpeacTaBnsieT cobomn 1oH,

TO NepeHoc ero Yepes MemBpaHy, Ubsi BHYTPEHHSISE CTOPOHa

OTHOCUTENbLHO BHELUHEN obnagaeT HanpsikeHvem V,
npuBeaeT K AONONHUTENBHOMY U3MEHEHWIO CBOBOAHON
aHepruu (Ha Mosb NepeHeceHHoro BewecTsa): AG,,,,=zFV.

B momeHT, korga rpagneHTbl HanpsXXeHna
N KOHLUEHTpaunmn BbipaBHMBAKTCA:

AGKOHLl + AGHanp= 0‘

pacnpeneneHne NoHoB C obeunx CTOPOH
MeMﬁpaHbI HaxoguTcsa B paBHOBECUN.

Takum o6pasom,
C
ZFV-RT In=2=0
G
1, crnenoBaresbHoO,
ﬂ In &

zF C;

V=

UK, NepecynTbiBas HaTyparnbHbI orapudm
B AECATUYHbIN,

- 23 RT 0q. Co
V=23 oF logqg c

[Ins ogHoBaneHTHoOro noHa
23R

=58 MB npu 20°C un 61,5mB npu 37 °C.

Takvum obpasom, Ans Takoro noHa npu 37 °C
V=+615wmBnpu C, /C; =10,

Torga Kak
V=0npn G, /C;=1.

Hanpumep, paBHoBecHblit noTeHuman o K (V) paBeH

61,5 log 1o([K*], / [K*];) MunnusonsT

(-89 mV gns TunnuHom knetku, rge [K*], = 5 MM
u [K*]; = 140 uM).

Mpwn V, cymmapHbIii TOk K" uepes MemBpaty OTCyTCTBYET.

To4HO Tak e, korga MembpaHHbI NoTeHUman paBeH
61,5 log 1o([Na*], /[Na*]),

paBHoBecHomy noTteHumany Na* (Vya),

CYMMapHbIi TOK Na’ paBeH Hyrio.

[ns no6oro 3agaHHoro Mmem6paHHoro noteHumana v,
cyMMmapHasi cuna, 3acTaBnsioLlas onpefeneHHbIi Tun
MNOHOB BbIXOAMTb U3 KMETKU, NPONOpLMOHanbHa
pasHocTu V), 1 paBHOBECHOTO NOTEHLMana noHa.
CnepoBaTenbHo,
ans K*: Vy = Vg
nans Na*: Vy = Vy,.

Yuncno noHoB, hopMUPYIOLLMNX 3apsKEHHbIN Crow
B6MM3nM MembpaHbl, Mano No CpaBHEHWIO C OOLLMM
YUCIIOM 3TUX MOHOB B KneTke. Hanpumep,

+ 2
nBmkeHnst 6 000 noHos Na uepes 1 MkM~ MembpaHbl
GyAeT AOCTaTOYHO Ans USMEeHEHWsi MeMGpaHHOro
noTeHumana npumepHo Ha 100 mMB.

TocKorbKy B TUMMYHOM KneTke okono 3-10°

noHoB Na' (1 Mkm® 06beMa LUToNnasmsl), Takoe
[BWKEHWE 3apsfioB OKaXeT NpeHebpexrmMo manoe
BIUSIHWE Ha KOHLEHTPaLMOHHbIE TPaAueHTbI
MNOHOB Yepe3 MembpaHy.
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3HAYMTEJBHBII BKJIA/J B STOT MOTEHIMAJ, TPAAUEHThI APYruX MOHOB (M HapymIaiomee
PaBHOBECHE BJIMSAHNUE APYTHX HOHHBIX HACOCOB) TAKKe UTPAIOT GOJIBITYIO POJIb: 4eM GOJIb-
11€ IPOHKUIIAEMOCTh MEMOPAHBI JIJIsI IAHHOTO HOHA, TEM CUJIbHEe MeMOPAHHDII TTOTEHIHAT
CTPEMUTCSI K PaBHOBECHOMY 3HAUEHWIO /1T 3TOTO mMoHA. CreoBaTesibHO, M3MEHEHUS
[IPOHMIIAEMOCTH MEMOPAHBI IO OTHOIIEHUIO K MOHAM MOTYT BbI3BaTh 3HAYUTEJbHbBIE U3-
MeHeHUst MEMOPAHHOTO TIOTEHITUAIA. JTO OJIMH U3 KJIIOUEBbIX IIPUHITUIIOB, CBSI3bIBAIONINI
AJIEKTPUYECKYIO BO30Y/IMMOCTD KJIETOK C aKTHBHOCTHIO MOHHBIX KAHAJIOB.

UtoG6bl TOHSITH, KAK HOHHBIE KAHAJIbI OTOMPAIOT CBOU MOHbI U KAK OHU OTKPBIBAIOTCS
1 3aKPbIBAIOTCS, HAM HYKHO 3HATh UX aTOMHYIO CTPYKTYpPY. IlepBbIM KpHCTa/IIN30BaH-
HBIM U U3YUYEHHBIM METOJOM PEHTTEHOBCKOW MUMPAKIIUMN HOHHBIM KaHAJIOM ObLT GaKTe-
puasnbibiii kKanan K. Mudopmaiiist o ero crpyKkType CoBeplinia mepeBopoT B HalleM
MMOHUMAHUKY MOHHBIX KaHAJIOB.

11.3.4. TpexmepHasn cTpyKTypa 6aKktepnanbHoro K*-kaHana nokasbiBa-
€T, KaK IOHHbIN KaHan MoXeT PyHKLMOHNPOBaTb

Yuenble yAUBISLIACH CIIOCOGHOCTH MOHHBIX KAaHAJIOB COBMEIATh MOHHYIO CEJIEK-
THBHOCTb ¥ BBICOKYIO MpoBoauMOCcTh. Kanasbr yreukun K*, nampumep, mpopogst K*
B 10000 pas syurnre, uem Na*, npuueM o6a MOHA TPEACTABISIOT cO00IT poBHBIE chepbl
u nmetor cxoanbrii auamerp (0,133 u 0,095 M coorBercTBeHHO). EnnHcTBeHHAS aMu-
HOKHCJIOTHAsI 3aMeHa B TIope ;KuBOTHOro K'-KaHasia MOKeT TIPUBECTH K MOTEPE NOHHOM
ceJIEKTUBHOCTU 1 Tr6esn Kietku. HopMasbHyto ceiektuBHOCTD 110 Kt Hestb3st 0GbsiCHUTD
pasMepamu TIOpbI, 1TOCKOJIbKY Na' menbiie, ueM K*. BoJiee Toro, BbICOKast CKOPOCTh

+ -+ - + - + + -+ - + - + + -+ - + -+ -+ - + - 4+ -
-+ - 4+ - + - -+ - + - + - -+ - + - + + - -+ - + - +
+ - + - + - + + -+ - + - 4+ + -+ - + -+ -+ - + - + -
-+ - 4+ - + - -+ - + - + - -+ - + - + + - -+ - + - +
+ -+ - + - + + -+ - + - + + -+ - + -+ -+ - + - + -
-+ - + - + - -+ - + - + - -+ - + - + + - -+ - + - +
+ -+ - + - + + -+ - + - + + -+ - + -+ -+ - + - 4+ -
-+ - + - + - -+ - 4+ - + - -+ - 4+ - + + - -+ - + - +
+ - + - + - + + -+ - + - + + -+ - + -+ -+ - + - + -
-+ - + - + - -+ - + - + - -+ - + - + + - -+ - + - +
+ -+ - + - + + - + - + - + + -+ - + -+ -+ - + - + -
-+ - + - + - -+ - 4+ - + - -+ - 4+ - + + - -+ - + - +
TOYHOE PaBEHCTBO 3apsiOB Ha 0BENX CTOPOHAX HECKOIbKO MONOXUTENBHO 3apsKEHHbIX MOHOB
MeMbpaHbl; MembpaHHbI noTeHumnan = 0 (kpacHble) nepecekn MmembpaHy crpasa Haneso,

OCTaBVB C [pPYroil CTOPOHbI OTpULLATENbHO
3apskeHHble MPOTUBOUOHbI (KpacHbIe); Mpy 3TOM
MeMBpaHHbI NOTEHLMan OTAMYEH OT Hyns

Puc. 11.22. loHHble OCHOBbI MEMBpPaAHHOro NoTeHuMana. Hebo/1bLwoM NOTOK MOHOB HECET 3HAYUTENbHbIN 3a-
pA4, CNOCOBHbIN NPUBECTU K 60/bLIMM M3MEHEHNAM MeMBpPaHHOTo NoTeHLMana. MoHbl, cosgatolme membpaH-
HbI NOTEHLMAN, NeXKaT B TOHKOM (< 1 HM) NOBEPXHOCTHOM c/10e B6M3n MembpaHbl. OHW yAepyKMBALOTCA TaM 33
CYET NEKTPOCTATUYECKOTO NPUTAXKEHWUA K CBOMM MPOTUBOMO/IONKHO 3apAXKEHHBIM aHaioram (MPOTUBOMOHAM),
pPacnonoXKeHHbIM C APYroli CTOPOHbI MeMBpaHbI. B ciiyyae TUNWMYHOM KNETKM NepeHeceHHbI C O4HOM CTOPOHbI
Memb6paHbl Ha Apyryio 1 MUKPOKYOH 3apaaa (6 x 1012 ogHOBaNeHTHbIX MOHOB) Ha KBaJpaTHbIN CaHTUMETP
NOBEPXHOCTM U3MEHAET MeEMOPAHHBIN NOTEHLMaN NPUMepPHO Ha 1 B. 3To 03HayaeT, Hanpumep, YTo B Cyyae
chepuyeckon KneTkn amametpom 10 MKM a8 usmeHeHuA Ha 100 MB ee memMbpaHHOTo NOTEHLMANA U3 KNETKM
[O0/KHO BbINTU b 0Koio 1/100 000 Bcex noHoB K* uutosons.
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MIPOBOIUMOCTH HECOBMECTUMA C HAJTMUNEM Y KaHAIA CeJIEKTUBHBIX CANTOB CBI3bIBAHUS
K* ¢ BbICOKUM CPOICTBOM, MOTOMY UTO CBsidbiBanue uonoB K* ¢ takumu caiitamu 3na-
YUTEIBHO 3aMeJINI0 Obl UX MEPEHOC.

TaiiHy pasragamm, KOrja ¢ TOMOIIBIO PEHTTEHOCTPYKTYPHOTO aHAII3a PACITI(POBATA
CTPYKTYPY bakmepuaviozo K*-xanania. Kanaa coCTOUT 13 YeTHIPEX OIMHAKOBBIX TPAHC-
MeMOpaHHBIX CyGbeMHHMII, KOTOPbIe BMecTe 00pasyioT nopy B MemOpane (puc. 11.23).
OTpunareabHo 3apsiKeHHbIe aMIHOKHC/IOTDI, PACTIONOKEHHbIE Ha IUTOILIA3MaTHIeCKOM
OTBEPCTUU TIOPBI, TPUTITUBAIOT KATHOHBI M OTTAJKUBAIOT aHUOHBI, YTO JIeJaeT KaHasl
KaTHOH-CEJIEKTUBHBIM. /[Be o-crimpasin Kax10ii cyObeIMHIIIbI HAKJIOHEHbBI, U BCE BMECTE
oHu 006pasyioT KOHYC, IUPOKUN KOHEI[ KOTOPOrO PACIIOJIAraeTcsi Ha BHEIIHEN 1TOBEpX-
HOCTHU KJIeTKU, OTKy/1a nonbl K* nokugator kanas. [losunentuinas erb, COeMHSIONast
JIBe TpaHCMeMGPaHHbIe Cupasin, o6pa3yer KOPOTKYIO o-criupaib (Roposyio cnupaiv)
U METI0, KOTOPasi BBICTYIAET B IIUPOKYIO 4YacThb KOHYCa U 0OPa3yeT CeJeKTUBHbII
bwibTp. CeseKTHBHbBIE TIETIN YEThIPEX CyObeMHUTT (POPMUPYIOT KOPOTKYIO, JKECTKYIO,
Y3KYIO IIOPY, BbICTJIAHHYIO KapOOHUJIBHBIMU aTOMAMU KHUCJIOPOJA UX HOJUIENTH/IHBIX
ckesietoB. [1oCKOJIbKY CeJIEKTUBHBIE TET/M BCeX M3BeCTHbIX K'-KaHAIOB MMEIOT CXOjI-
Hbl€ AMUHOKKCJIOTHBIE TI0CJIE/[0BATE/IbHOCTH, MOKHO TIPE/IIOI0KHUTD, YTO OHI 06Pa3yIoT
6sin3kue CTPYKTypbl. Ha Kpucramimyeckoil CTPYKType BU/HbBI JBa TIOCJIEI0BATETHHO
pacniosioxkernbix nona K* na paccrosinuu 0,8 um ogun ot apyroro. [Ipeanomnaraercs,
4YTO B3aUMHOE OTTAJIKMBAHUE ITHX UOHOB CHOCOOCTBYET UX MPOTAJIKUBAHUIO YEPE3 TIOPY
BO BHEKJIETOUHYIO SKHUIKOCTD.

CrpyKrypa ceeKTHBHOTO (DUIbTpa OOBSICHSET MOHHYIO CEJIEKTMBHOCTH KaHAJA.
Won K*, pst roro uro6bl Boiitu B (pUIBTP, JOJIKEH JIMIIUTHCS TIOYTH BCEX CBSI3AHHDBIX
C HUM MOJIEKYJT BO/ibl. BMeCTO HUX B 1IOpe OH B3aMMO/IEUCTBYET ¢ KAPOOHUIbHBIMU KUC-
JIOPOJIAMU, BBICTHJIAIONMME (DIJILTP; KUCJIOPOJIbI PACIIOJIATAIOTCS TAKUM 06pa3oM, 4ToObl
Kak MOKHO adexruBHee pasmectutb noH K*. Mon Na*, ¢ aApyroil cTopoHbl, He MOXKeT
BOUTH B (DUJIBTP, TIOCKOJIbKY KaPOOHIIbHBIE KUCIOPO/IbI PACIIOJIOKEHDI CIUIIKOM JIAJIEKO
ot 6osiee MasienbKoro Na*, uTo6bl KOMIIEHCUPOBATh SHEPreTHYECKUE 3aTPAThI, CBSI3aHHbIE
¢ moTepeit Boabl npu Bxoze B Kanan (puc. 11.24).

Crpykrypubie uccyieiopatust K -KanasioB 1 I[pyrux KaHAJIOB TAKIKe I HEKOTOPYIO
uH(OpMAIIIO 0 TOM, KaK KaHAJIbl MOTYT OTKPBIBATHCA W 3aKPbIBATHCI. JTH BOPOTHBIE
MeXaHU3Mbl, [0-BUIUMOMY, BKJIOUAIOT B ceOsi JBUMKEHUE CIupajieil B MeMOpaHe, Mmpu-
BozAmee K OJOKUpoBaHMI0 (B 3aKPBITOM COCTOSHUE) M OCBOOOKAEHUIO (B OTKPBITOM
COCTOSTHMM) TIyTH JBMKEHNS MOHA. B 3aBHMCHMOCTH OT THIIA KaHa/Ia, CIUPAIN <BOPOT»
MOT'YT HAaKJIOHATHCS, Bpamarbcss win usrubarbesi. Crpykrypa 3akpbitoro K*-kanana
YKa3bIBaeT Ha TO, UTO 3a CUET HAKJIOHA BHYTPEHHNX CIUpasell mopa Ha IUTOILIa3MaTH-
4eCcKOM KOHIe cokpamaercss Kak aumadparma (puc. 11.25). O6bemubie tuapodo6Hbie
GOKOBbIE 11T AMUHOKUCIOT OJIOKUPYIOT OCTAIOIIEECs] HEOGOJIbIIIOE OTBEPCTHE, MIPEISITCTBY S
TPOHMKHOBEHUIO MOHOB.

BoJibInHCTBO MOHHBIX KAHAJIOB COCTOUT M3 HECKOJIBKUX OJIMHAKOBBIX CyObeANHUII,
KasK/1asl U3 KOTOPbIX BHOCUT BKJIAJ[ B OOIIYIO TIEHTPAIbHYIO opy. OHAKO HEJABHO pac-
nmposannas crpykrypa Cl-kanasa nokasasa, 4To HEKOTOpPbIE HOHHbIE KAHAJIbI CTPOSITCST
coBceM 1o-apyromy. HecMorpst Ha TO 4TO 3TOT GEJIOK SIBJISIETCS IMMEPOM, COCTOSIIIIUM
U3 JIByX OJIMHAKOBBIX CyObeAMHUL], KaK/1as U3 CyObeaunui] 06Jiagaer coGCTBEHHOI 110-
poii, gepe3 Kotopyio aBmKyTcs moubl Cl. B 1ieHTpe MeMOpaHbl GOKOBBIE TIEM aMIHO-
KHICJIOT 06Pa3yioT CeJIEKTUBHbBIN (DUJILTP, KOTOPbII KOHIENTYAJIbHO CXO/IEH ¢ (DUIBTPOM
K*-kanana. Ho, B otymune or 1oCJIe/{HEr0, 3/1eCh BKJIA/L BHOCAT aMUHOKUCJIOTHBIE OCTAaTKI
Pas3IMYHbBIX YacTeii 6eKa, n X pacrosokenue jumeno cummerpun (puc. 11.26).
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Puc. 11.24. Kanuesas cneumdpuuHoCcTb cenektuHoro ¢punbtpa K*-kaHana. Ha pucyHke B nonepeyHom
cpese nokasaHbl MoHbl K* 1 Na* (a) B Bectubtone u (6) B cenektusHom punstpe nopsbl. B Bectnbrone MoHbl
TMAPATUPOBaHBbI. B cenekTMBHOM GpUAbTPEe OHM TEPAIOT CBOO BOAY, M KaPOOHWU/IbHbIE KMCNOPOAbI MPUHUMAIOT
AernapaTmpoBaHHbIi oH K*. fernapatauma noHa K* tpebyet sHeprum, KOTopas TOYHO BO3MeLLaeTcs 3a cHeT
B3aMMOAEMNCTBUA MOHA C KAPOOHWUABbHBIMU KUC/I0POAAMMU, CNYKALLLUMU 3aMeHOM MoneKy1am Bogbl. MOCKObKY
MoH Na* cIMWKOM Man Ana Toro, YTobbl B3aMMOAENCTBOBATL C KUC/IOPOAAMM, OH MOMKET BOWTU B CENEKTUB-
HbIi GUNBTP, TONbKO 3aTPaTMB HOMbLLOE KONNYECTBO SHEPTUU. Takum obpasom, GuasTp otbmpaeT noHbl K*
C BbICOKOW cneuunduyHocTblo. (AgantuposaHo u3 D.A.Doyle et al., Science 280: 69-77, 1998. C ntobe3Horo
paspelueHuns nsgatenbcrtea AAAS.)

BHYTPEHHSS Cnupanb VOHHas nopa

S

3AKPbIT OTKPbIT

Puc. 11.25. Mogenb BOPOTHOro mexaHuama 6aktepuanbHoro K*-kaHana. [okasaH nonepeyHbiii cpes KaHana.
[na npuHATUA 3aKpbITOM KOHGOPMALMKN YETbIPE BHYTPEHHME TPAHCMEMBPaHHbIe cnvpanu, obpasytoLwue nopy
Ha UMTOMN/Ia3MaTUYECKOW CTOPOHE CeNeKTUBHOMO punbTpa (cm. puc. 11.23), MEeHAIOT CBOE NO/OMKEHME U 3a-
KpbIBaOT LMTONNAa3MaTUYECKUIA BXOA, B KaHan. (AganTmposaHo u3 E. Perozo et al., Science 285: 73-78, 1999.
C ntobesHoro paspelieHms nsgatenscrsa AAAS.)
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a) WOHHbIN KAHAT XJIOPA 6) VOHHbIV KAHAT KANA
......... 4 emcamcaa=
nBe cy6beanHULbI yeTblpe cybbeanHuLbl
. CeneKTUBHbLIN hunsTp
CeneKkTUBHbIN hunstp /
+ +
+ +
.

LMTO30Mb

Puc. 11.26. CpaBHeHue apxuTeKTypbl KaHanos Cl u K*. (a) Cl-kaHan npeacTasnseT cobolt «aByKaHaNbHbIN»
AVMeEp, COCTOALLMI U3 ABYX OAMHAKOBbIX CyObeAVHWL,, Kaxaas U3 KOTOPbIX COLEPHKUT CBOH COBCTBEHHYIO NPO-
BOZSALLYIO MOH MNopy. BBEPXY CXemMaTU4YeCKM NOKa3aHa BHEK/ETOYHAsA NOBEPXHOCTb KaHasa U AB8e OAMHAKOBbIe
NPOBOAALLME NOHBI MOPbI. BHM3Y NOKa3aH NpoAo/bHbIN Cpes ogHOM cybbeanHULbI. (YepHas nyHKMUpHas AUHUA
Ha BEPXHEM PUCYHKE MOKa3blBaeT NI0CKOCTb cpesa.) CybbeanHuua npeactasnaet coboi eAUHCTBEHHYO Mo-
NMNENTUAHYIO LieNb, COCTOALLYHO U3 ABYX Y4ACTKOB, KOTOPbIE, HECMOTPA Ha CBO MAEHTUYHOCTb, NepeceKatoT
MembpaHy B NPOTUBOMONOXKHBIX HanpasneHusax (besnvle cmpesku). Kaxablii y4acToK NOAKAIOYEH K OfHOM
NMopOBOW CNMpPan, OPUEHTUPOBAHHON TaKUM 06PA3OM, UTO e€ NONOKMUTENBHO 3aPAKEHHDBIV KOHeL, Hanpas-
JIEH B CTOPOHY LLEHTPA/IbHO PACMO/IOKEHHOTO CENEKTUBHOIO GpuabTpa. Oba 31emMeHTa, CeNEKTUBHBIN GUNLTP
W CNUpPanbHble AMNOAN, BHOCAT BKNAZ, B CE/IEKTUBHOCTb KaHa/1a Mo OTHOLLEHMIO K OTPULLIATENIbHO 3apAXKeHHbIM
noHam Cl. (6) C gpyroii ctopoHbl, K*-kaHan npeactasnset coboit TeTpamep, COCTOALLMMI U3 YETbIPEX OAMHAKOBbIX
cybbeaMHuL, KaxKaan U3 KOTOPbIX BHOCUT BK/1AA, B LLEHTPabHO PacnosioxKeHHyo nopy. Bce ueTbipe cybbeaMHM-
bl O/MHAKOBO OPMEHTMPOBAHbI B MembpaHe (besbie cmpenku). OTpULATENbHO 3apAXKEHHbIE KOHLbl YeTbIpex
NopoBbIX CNMpanen (Mo ogHOM OT Kaxaol cybbeanHuMLbl) HanpaBaeHbl B BECTUOIOb U CTaBUAU3NPYIOT Tam
NONOXKUTENbHbIN MOH K* (Takke cm. puc. 11.23). (HuKHMe pucyHKM Ha a u 6 aganTtuposaHbl 13 R. Dutzler et al.,
Nature 415: 287-294, 2002. C ntobe3Horo paspelieHums nsgatenscrsa Macmillan Publishers Ltd.)

11.3.5. AKBanopuHbl NPpOHNLLaeMbl AN BOAbI, HO HeNMpPOoHULaemMbl
ONA NOHOB

Panee MbI YIOOMUHAJIN, YTO ITPOKAPUOTUYECKNE U 9YKAPUOTUYECKNE KJIETKU B I1J1a3-
MaTU4ecKou MeMépaHe Co/iepyKaT BOJAHBbIE€ KaHaJIbl, 1MJ/IM aKBAaIIOPHUHbI, I103BOJIAIONINE
BO/I€ Ilepecerarb MeM6paHy. AKBaHOpI/IHOB 0COOGEHHO MHOI'O B KJIETKAX, KOTOPbIM
HeOéXOZ[I/IMO 6bICTpO TPAHCIIOPTUPOBATH BO/lYy, HAIIpDUMEP B SIIUTEJINAJIbHBIX KJETKaX
1 KJIETKaX IIOYEK.
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AKBanopusbl pemaioT o6paTHYI0 CTOSIIEN Tepe]] HOHHbIMU KaHajJlaMH 33/ady.
[lyist Toro 4toObl He HAPYIIATHL MOHHBIE TPAJUEHTHI Yepe3 MeMOpaHy, OHU JOJBKHbI Obl-
CTPO TIPOITYCKATh MOJIEKYJIbI BO/Ibl, HO TIOJHOCTBIO GJIOKUPOBATH MPOXOK/EHUE HOHOB.
Kpucranmuueckasi CTpyKTypa akBallOPUHOB TO3BOJIJIA TIOHSTh, KAK OHU JOCTUTIAIOT TAKOU
YIUBUTEJBHOI CeJIeKTUBHOCTU. B Kanasax pacrosaraercst y3kasi mopa, Mo3BOJISIONast
MOJIEKYJIaM BOJIbI TIepeceKaTh MeMOpaHy JPYT 3a JAPYrOM B/IOJIb HETIOYKN KapOOHIIbHBIX
KUCJIOPO/IOB, BBICTIJIAIONIUX OHY cTOpoHy mopbl (puc. 11.27, a u 6). [Ipyryio cropony
HOPBI BBICTUJIAIOT Tuipodo6Hbie aMuHOKUCA0THI. [lopa cuiikoM y3ka jjist BXoja rujipa-
THUPOBAHHBIX MOHOB, a HA JIETH/IPATAIUIO TTOTPEGOBAJIOCH Obl CJUIIKOM MHOTO SHEPTUH,

8)

N
a) o] UNTO3OIb

Asn Asn
2)

6)

Puc. 11.27. CTpyKTypa aKBanopuHOB. (a) /leHToYyHas guarpamma MOHOMeEpPa akBanopuHa. B membpaHe
aKBaMopvHbl 06beANHAIOTCA B TETPAMEPbI, KaXKAbli MOHOMEP KOTOPbIX MMEeT Nopy B LieHTpe (He nokasa-
Ho). (6) MpocTpaHCTBEHHAA MoAeNb MOHOMEpPA Pa3pPe3aHHOro M OTKPLITOTO KaK KHUra akBanopuHa. BugHa
BHYTpPEHHAA nopa. MmapoduabHble aMUHOKUCAOTbI, BbICTUNAIOLLME NOPY, OKPALUEeHbl KPACHbIM WU CUHUM,
rMapodobHble — xeamoim. AMMHOKWUCIOTLI, He yyacTaytoLme B 06pa3oBaHUM NOpPbI, NOKa3aHbl 3e/1eHbIM.
Ob6paTnte BHMMaHME, YTO OAHA CTOPOHA NOPbI COCTOMT NPEUMYLLECTBEHHO U3 TMAPOOUNBHBIX aMUHOKUCAOT,
06pa3yoLLMX KOPOTKOXKMBYLLME BOLOPOAHbIE CBA3M C MONIEKY/IAMM BOZbI; 3TU CBA3M CNOCOBCTBYIOT OpUEHTa-
LMW U BbICTPaUBaAHMIO B OAMH pAS TPAaHCNOPTMPYeMbIX Yepe3 membpaHy Mosiekyn Boabl. C Apyroi CTOPOHbI,
CTOPOHa MOpPbI, MNLLIEHHAA TAKUX AMUHOKMC/IOT, CO34aeT rnapodobHbIN Kenob, He fonycKatoLwmii 06pasoBaHus
BOAOPOAHbIX cBA3el. (B U r) Moaenb, 06bscHAOLWas, NoYeMy akBanopuHbl HenpoHuuaembl ana H*. (8) B Boge
H* oueHb bbicTpo AnddYyHAMPYET, Nepexoasa C 0O4HON MOMEKY bl BOAbI Ha Apyryto. (r) [lBa cTpaTernyeckm pac-
MOJIOMKEHHbIX B LLEEHTPE KaK0M akBanopuUHOBOM NOpbI acnaparnHa CnocobCTBYOT 3aMe/IEHMIO ABUKEHUA
LLeHTPaIbHOW MOJIEKY/IbI BOAbI TaKMM 06pa3om, 4To obe BaNIEHTHOCTU ee KMCI0POoAa CTAHOBATCA 3aHATbIMMU.
B pesynbrate H He cnocobeH K Helt npucoeamHUTbeA. (a M 6, agantuposaHo us R. M. Stroud et al., Curr. Opin.
Struct. Biol. 13: 424-431, 2003. C nto6e3Horo paspelueHns nsaatenbcrsa Elsevier.)
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MOCKOJIBKY TuPo(oOHAsT CTEHKA MMOPbI HE MOKET B3aMMOJIENCTBOBATD C JIErH/PATHPO-
BaHHBIM MOHOM ¥ KOMIIEHCHPOBATDH TIOTEPIO BOJbI. Takoe crpoenne KaHaaa OObICHSET,
oveMy akBanopuHbl He mpoBoar noHbl K, Na*, Ca?t wm Cl. Uro6bl moHATD, mouYeMy
9TU KaHAJbl TAaKyKe HelpoHuiaeMbl Ayt HY, BcrioMHMM, 4TO GOJIBIIMHCTBO TIPOTOHOB
B KJIeTKe IpucyTcTByioT B hopme H,O". Onu oyenb 6bictpo quddyHaupyIoT yepes Boy,
UCTIOJIb3Ysl MOJIEKYJISIPHBIN cTadeTHbII MeXaHu3M, TpeOyIoInil pa3pyieHus U Co3/1aHst
BOJIOPO/IHBIX CBA3EI MEK/LY CoCeHIMI MoJIeKy.1aMu Bogbl (puc. 11.27, ¢). ¥V akBanopuHos
€CTh JIBA CTPATErNYECKN PACIIONOKEHHbBIX ACHAPAarnHa, KOTOPbIE CBSA3BIBAIOTCS C ATOMOM
KICJIOPO/IA EHTPAJIbHOM MOJIEKYJIbI BOJIbI B TIPOXOJISIIEN Yepes TOopy HENoYKe BOIHBIX
MosiekyJt. [lockosbKy o6e BaleHTHOCTH 3TOTO KUCIOPO/IA HEAOCTYITHDI J1Jisi 00Pa30BaHMs
BOJIOPOJIHBIX CBsI3€l, IEHTPaIbHAsT MOJIEKYJIA BO/IbI HE MOKET y4aCTBOBATb B IPOTOHHOMN
scradere, 1, TakuM 06pa3oM, mopa Hermponutaema aaa H (puc. 11.27, 6 u 2).

Hekotopbie cxojfble ¢ akBamopuHaMu OGaKTepPUAIbHbIE BOJHbBIE KAHAbI TAKMKE
[IPOBO/IAT IJINIIEPUH U MaJIbIe caxapa, KOTOPbIe B3aUMO/IEHCTBYIOT CO CXO/IHBIM 06pPa3oM
PACIIOJIOXKEHHBIMUA B CTEHKE TIOPbI KapOOHWJIBHBIMEU KuUCJIOpoiamu. Takue BpeMeHHbie
KOHTAKTbI, BOBHUKAIOIINE MEK/Yy PACTBOPEHHBIMU BEIECTBAMU U CTEHKAMU TIOPbI, JEIaI0T
TPAHCIIOPT BBICOKOCHEIU(MDUIHBIM, OUTH He BJIUSIS [IPU 9TOM HA CKOPOCTH IIPOXO3K/ICHUSI
MoJieKyJ1. Kasxaplii oTe/bHbIil aKBallOPMHOBBINA KaHaa Iporyckaer mpuMepro 109 Mo-
JIEKYJT BOJIbI B CEKYH/LY.

Haut6onee addexTnBHO KaHAIBI NCHOIB3YIOT HelipoHbl. [Ipexie yeM o6ey:RaaTh,
KaK OHM 3TO JIEJIAIOT, KPATKO OIUIIEM CTPOEHUE TUITMYHOTO HellpoHa.

11.3.6. B ocHOBe PpYHKLMOHMPOBAHNA HEMPOHOB JIEXKUT X BbITAHYTasA
dopma

DyHlaMeHTaIbHON 3a/1a4eii HelipoHa, 11 HEPBHOM KJIETKH, SBJIIETCA MOJyYeHue,
[IPOBe/IeHNe U Tiepejiada cUrHaioB. Jljist BbioHeHUsT 3TUX (DYHKIMI HEHPOHBI 4aCTO
UMETOT OYeHb GOJIBINYIO TUHY. [JJIMHA eIMHCTBEHHOTO HEIPOHA YesIoBeKa, TSHYIIErocs,
HAIpUMep, OT CHMHHOIO MO3Ta JI0 MBIIIIbI CTOTIbI, MOXKET cocTaBJsATh 1 MeTp. Kask/piit
HelpoH coctouT u3 Tesa (copeprkaiiero sSapo) U HECKONbKUX OTXOJSAIIMX OT HEro OT-
poctkoB. OGbIMHO, OJIMH JITMHHBII aKCOH Iepe/laeT CUIHAbBI OT TeJla HelipoHa K oT/la-
JIEHHBIM KJIETKAM-MUIIIEHSIM, & HECKOJBKO GOJiee KOPOTKUX JIEHJPUTOB BBIXO/AT U3 TeJa
KJIETKU KaK aHTEHHbBI, YBEJMIUBAS LIONIA (b TIOBEPXHOCTH JIJISI OJYYEHUs] CUTHATIOB OT
akcoHoB Apyrux Heiiponos (puc. 11.28). Teso k1eTkn caMo 1o ceGe TaksKe IPHHEMAET
cUrHasbl. TUNIMYHBINA AKCOH HA CBOEM JaJIbHEM KOHIIE PA3BETBJISIETCS, Tepe/laBasi CUT-
HAJI OJTHOBPEMEHHO Ha MHOKECTBO KJIETOK-MUINeHeii. /[eHJpUThI Tak:Ke MOTYT CHUJIBHO
BETBUTBHCS, B HEKOTOPBIX CJIYy4YasdX HACTOJIBKO, YTO CIocoOHbl npuHuMarh no 100000
BXO/ISINIUX CUTHAJIOB HA €JMHCTBEHHDIN HEWPOH.

HecMmotpst Ha TO 4TO pas3Hble KJIACCHI HEHPOHOB TEPENAIOT PA3HbIE TT0 BAYKHOCTH
curHasbl, popMa CUTHAJIA BCET/la OJHA W Ta JKe — 9TO M3MEHEHHe HJIEKTPUYECKOTO
MOTEHINANA TJIA3MAaTHIeCKOl MeMOpaHbl Helipora. CUrHaI paciipoCTPAaHIEeTCs 32 CUET
BO3HUKAIOIIETO B OJIHON YaCTH KJIETKU AJIEKTPUYECKOTO BO3MYIIEHNS, OXBATHIBAIOIIETO
npyrue yacti. OHAKO ecJii HEHPOH He Gy/IeT 3aTPaurBaTh SHEPTHIO HA PACTIPOCTPAHEHNE
BO3MYIIEHNs, OHO CO BpeMeHeM ocsiaGHeT. Ha KOPOTKIX PACCTOSHUSIX TaKOe 3aTyXaHue
He uMeeT OGOJIBIIOTO 3HAYEHUST; B CAMOM JieJie, MHOTHE He(OoJIbIle HEHPOHDI TIepeIaioT
CHUTHAJIBI TIACCUBHO, Ge3 ycwienus. Ho juist nepejaun Ha GOJIbIIIE PACCTOSHIUS TTACCUBHOE
pacnipoctpanenue He padoraer. Takum o6pasom, GoJiee KPyIHbIE HEHPOHBI UCTIOJIB3YIOT
AKTUBHbBIN MEXaHU3M CUTHAJIU3AINU, KOTOPbI MOKHO Ha3BaTbh UX Haubojee Y/MBU-
TEJBbHBIM CBOHCTBOM. DJIEKTPUYECKHI CTUMY.JI, MTPEBBIMIAIONIN HEKOTOPYIO TIOPOTOBYTO
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N

TEro HeipoHa OeHApUTHI aKCoH (anvHa ot gonen KOHLIEBbIE BETOYKM
MUIIMMETpa Ao MeTpa u Gonee) aKkcoHa

Puc. 11.28. TUNUYHbINA HEUPOH NO3BOHOYHbIX. CTPe/sIKaMu NOKa3aHo Hanpas/ieHMe PacnpoCTPaHEHUA CUTHa-
Na. EAMHCTBEHHbIN aKCOH NPOBOAMT CUTHA/Ibl OT TeNa KAETKW, TOrAa Kak MHOTOYUCIEHHbIe AeHAPUTbI (M Teno
HeMpoHa) NPUHMMALIOT CUTHA/bl OT aKCOHOB APYTMX HEMPOHOB. HepBHbIE OKOHYAHUA pacnoiaratoTca Ha AeH-
OpUTaxX UK TeNle KNETKU APYrUX HEMPOHOB WM Ha KNETKax APYrUX TUMOB, HaNpUMep MbILEYHbIX KIeTKax
WK KNETKax xenes.

AMIUTATY/LY, 3aITyCKAeT B3PbIB 2JIEKTPIYECKOI aKTHBHOCTH, OBICTPO PACITPOCTPAHSIONINICS
B/IOJTb MIJIA3MATHYECKOi MeMOpaHbl HefipoHa. OH aBTOMATHYECKH TTO/JIEPKUBAETCST MeXa-
HU3MaMK ycusteHnst. Takast GeryIiast BOJHA 3JeKTPUYECKOr0 BO30YIK/IEHNUS, N3BECTHAST
KaK MOTeHIUaJ JeHCTBUS, NI HePEHbIll UMNYIbC, MOXKET Tepe/jaBaTh curHaI 6e3 3a-
TYXaHWS OT OJJHOTO KOHITa HeffpOHa Ha JIpyToii co ckopocThio 10 100 MeTpoB B cekyHLy
u jgaxe Opictpee. [loreHimasbl JelCTBUS HAPSIMYIO BBITEKAIOT U3 CBOWCTB TOTEHITUA-
3aBUCHMBIX KATHOHHBIX KAHAJOB, KOTOPBIE MBI CefiYac pacCMOTPUM.

11.3.7. MoTeHunan-3aBNCMMble KaTUOHHbIE KaHaJlbl FeHepupyioT Nno-
TeHUuan 4encTBUA B A1eKTpNUYeckn Bo36yanmMbIx KnetTkax

[1nazmarndeckast MeMOpaHa BCeX 3JEKTPUYECKH BO3GYINMBIX KJIETOK — HE TOJIb-
KO HEHPOHOB, HO U 9HIOKPUHHBIX U MBIIIEYHBbIX KJIETOK U SUIEKJIETOK, — COIEPIKUT
MOTEHIHAJ-3aBUCUMbIE KATHOHHBIE KAHAJBI, OTBEYAIOIN[IE 32 TEHEPAINIO TOTeHIHaTa
neiicrust. [ToteHnman geiicTBUS HAYMHAETCS C 0enOIsPUIAUUY TITABMATHIECKOiT MeMOpPa-
HbI, KOT/la MeMOPaHHbIIA OTEHIINAJ CTAHOBUTCSE BHYTPH MeHee orpuiiaresibHbiM. (ITosxke
MbI YBU/IMM, KaK HEHPOMEeINaToOPbl BbI3bIBAIOT JENOSPU3aINio.) B HEPBHBIX KJETKax
U KJIETKAX CKENETHBIX MBI CTHMYJI, BbI3BIBAIONINII OCTATOYHYIO JETOJSIPU3AINIO,
GBbICTPO TIPUBOJIUT K OTKPBIBAHHIIO MOTEHIHA-3aBHCUMBIX Nat-KaHAJOB, YTO TIO3BOJISIET
He6oJIbIOMY KoJnyecTBY Na' BOUTH B KJIETKY 110 €r0O 2JIeKTPOXUMUYECKOMY TPA/TUEHTY .
Bxogammuii TOK TIOJTOKUTENBHBIX 3apS/I0B €llle CUIbHee JIeToapu3yer MeMOpaHy, 4To
MPUBOJIUT K JlaibHelieMy oTkpbiBanmio Na'-kaHnasios, ere Gosbiite Na* BXOJAUT B KJIeT-
Ky U TPOMCXOJUT JIATbHENTTAsT JETOMSPU3AIUsS. ITOT CAMOYCHJIMBAIONIUIACS TTPOIIECC
(puMep nosoxumevHou 06pammoll ces3u, o6Cy:KaaeMoii B riaBe 13) Mpoo/rKaeTcst
JI0 TeX TIOp, TMOKa, 3a JI0JI0 MUWJIJIMCEKYH/IbI, BEJMYMHA AJEKTPIMYECKOTO MOTEHIaIa
Ha OrPAaHMYEHHOM yuYacTKe MeMOPaHbl He MEHSIeTCsI CO 3HAYeHUsl MOKOs, PABHOTO TPH-
MepHo —70 MB, 10 pasHOBecHOro 3Hauenus no Na*, pasaoro npumepro +50 MB (M.
npusioxkenue 11.2, crp. 670). B MoMeHT, Korjia cyMMapHasi SJIeKTpIUYecKasi CUJia Tiepe-
Hoca Na* moyrm paBHa HyJO, ecan Gbl OTKpbITask KoHgopmaims Na'-kaHaaoB Oblia
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cTaGMIbHOI, KJIeTKa MOT/a Obl MePeiTH B HOBOE COCTOSIHHE TIOKOSI, B KOTOPOM BCE €€
Na*-kanasibl 6b111 Obl TOCTOSIHHO OTKPBITHI. /[Ba JIOMONHSIONINX APYT IPyra MeXaHu3Ma
3AIUIIAIOT KJIETKY OT TAKOTO MOCTOSIHHOTO 3JIEKTPUYECKOTO Clia3Ma: uHakruBaiusi Na'-
KaHAJIOB M OTKPbIBAHUE MOTEHINAI-3aBUCHMbIX K*-KaHaI0B.

Y Na'-kaHajaoB ecTb MeXaHH3M aBTOMATHYECKOH WMHAKTHBAINU, TPUBOJISIIIIL
K OBICTPOMY 3aKPbIBAHUIO KAHAJIOB, [IAJKe e/ MeMOPaHA OCTAETCS JIETOJISIPU30BAHHOI.
Na*-kaHasbl OCTAIOTCS B UHAKMUBUPOBAHHOM COCTOSTHIN W HE MOTYT 3aHOBO OTKPBITHCS
JI0 TeX Top, TIOKa MeMOPaHHbBIN TTOTEHITNAT He BEPHETCS K CBOEMY UCXOIHOMY OTPHIIa-
TeJTbHOMY 3HAUeHWI0. Bech MUK OT HAYAIbHOTO CTUMYJIA /IO BO3BPAIIEHNUS B NCXOIHOE
COCTOSTHIE TIOKOST TIPOTEKAET 32 MIJIIMCEKYH/Ibl U MeHbiie. Takum o6pazom, Na-kaHasibt
MOTYT HAXOIUTBCSI B TPEX COCTOSHUAX: 3aKPBITOM, OTKPBITOM W MHAKTUBHUPOBAHHOM.
Ha puc. 11.29 mokaszano, Kak TMepexoabl MeKIy 9TUMU COCTOSHUSIMU BJIUSIOT HA BO3-
HUKHOBEHWE W 3aTyXaHWUe TOTeHIInaza 1efCTBUA.

CTUMynupyrowmnmn

a)

TOK

6) 50

MembpaHHbI noTeHuman, MB

COCTOSIHME
kaHanos Na*

3aKpbIT OTKPbIT WHaKTUBMpPOBaH 3aKpbIT

0 1 2

BpPeMsi, MCeK

Puc. 11.29. NoteHuuan aeicreua. (a) MNoTeHuMan AeNCTBMA MHULMMPYETCA KOPOTKUM MMMY/bCOM 31EK-
TPWYECKOTO TOKa, KOTOpPbIN (6) YacTMYHO AenonapusyeT MembpaHy, KaK NoKasaHo Ha rpaduke 3aBUCUMOCTU
MeMbpaHHOro NOTeHLMaNa OT BpeMeHU. 3es1eHas KpuBas MOKa3bIBAET, KAK MeMBpPaHHbIM NOTEHLMAN BEPHYACA
6bl K CBOEMY 3HAYEHMIO NMOKOA NOC/Ie NCXOAHOTO AenoNAPU3YIOLLEro CTUMYA, e bbl B MeMbpaHe He 6b110
noTeHumMan-3aBnucMMbIx Na*-KaHanos. Takoe OTHOCUTE/IbHO MeA/IeHHOEe YMeHbLLIeHUe MeMBPaHHOTO NoTeH-
Lana oo ero UCXo4Horo 3HaveHna —70 mB B oTcyTcTeue Na*-KaHanoB NpoMCcXoauT 3a cueT Bbixoaa K* us knetkm
yepes noTeHLMan-3aBUCcUMble K*-KaHanbl, KOTOpble OTKPbLIBAKOTCA B OTBET HA AENONApM3aLmio MembpaHbl
1 BOCCTaHaB/IMBAIOT PaBHOBECHbIV noTeHumMan no K*. KpacHas Kpueas NoKasblBaeT NOTEHLMAN AencTeus,
BbI3BAHHbIN OTKPbIBAHWMEM U MOCieaytolel MHakTuBaumein Na*-KkaHanos, COCTOAHME KOTOPbIX N306paXKeHo
Ha (B). MembpaHa He cnocobHa reHepMpoBaTb HOBbIN MNOTEHLMAN AehcTBUA, NoKa Na*-KaHaibl He BepHyTCA
B 3aKpbITYI0 KOHDOPMaLMIO; [0 Tex MOop MembpaHa He BOCNPUMMUYMBA MO OTHOLIEHMUIO K CTUMYAALMN.
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Ortucanue TOTEHIMANA JIEHCTBUSI TIPUMEHUMO TOJIBKO K HEGOJbIIOMY YYacTKy
magmMaruueckoii MeM6panbl. OIHAKO CAMOYCHJIMBAIOMIENCS JIETIOJSIPU3AIIK  YIaCTKa
JIOCTATOYHO, [JIsI TOTO 4TOObBI JENOISIPU30BaTh cocenHne 061acT MeMOpaHbl, KOTOPbIe
3areM MPOXOJAT Yepe3 Takoil ke nukJ. TakuM o6pasoM, moTeHIInAN JAEHCTBUS PACIIPO-
CTpaHseTcs KaK BOJIHA OT MCXO/HOHN TOYKU JETOJISIPU3AlUN MO BCeH IIa3sMaTudecKon
MeMOpaHe, Kak MokazaHo Ha puc. 11.30.

C norennuaJi-3aBucumMbiMi K -kanaiaMu B 60JIbIINHCTBE HEPBHBIX KJIETOK CBI3aH
BTOPOiT MeXaHu3M ObICTPOrO CHIZKEHMSI MOTEHIAIA AaKTHBUPOBAHHON TIa3MaTHIeCKOI
MeMOPaHbI 0 €0 MCXOIHOTO OTPHUIIATEIHHOTO 3HAUEHHS, TP KOTOPOM BO3MOJKHA IIepe-
Jlada BTOPOTO MMITYJIbca. JTU KAHATBI OTKPBIBAIOTCS B OTBET Ha JAEMOJIIPU3AIIIO MeM-
OpaHbl TIOUTH TaK ke, Kak Na'-KaHasbl, HO ¢ 6ojiee Me/IJIEHHOI KHHETUKOI; TI09TOMY UX
HasbIBaIOT Mediennvimu K -kanaramu. Kak Tonpko K -KaHaIbI IEPEXOAAT B OTKPBITOE
COCTOSIHUE, BbIXO/IsAMHit MOTOK K ObICTpO KOMIIEHCHPYET BpeMEeHHbIN BXOSIIUIT TOTOK
Na*, u MmeMOpanublil TOTeHIUAT OBICTPO TPUOINKAETCS K PABHOBECHOMY MOTEHIHAILY
no K*, xora nnakrusamma Na'-KaHajoB MOKET elle He 3aKOHUYUTHCH.

Kak n Na'-kanasbl, norennuas-sasucuMbpie K'-KaHaibl aBTOMAaTHUYEeCKU WHAKTU-
Bupyiorcst. VcenaenoBanusi MyTaHTHBIX MOTEHIIMA-3aBUCUMBIX K*-kaHnanoB mokasasi,
4TO 710 GBICTPON MHAKTHUBAIMN HeOOX0ouMbl 20 aMHHOKHCIOTHBIX OCTaTKOB N-KOHIA
KaHAJIBHOTO GeJIKa: M3MEHEHUe 9TOr0 y4acTKa BJIMseT Ha WHAKTUBAIMIO KAHAJA, a ero
yaJeHue TOJHOCTbIO ee OJIOKUpYeT. Y IMBUTENbHO, HO, €CJH IUTOIIa3MATHYECKYIO
[IOBEPXHOCTD IJIA3MATUYECKON MEMOPAHBI [TO/[BEPIHYTh [EUCTBUIO UCKYCCTBEHHOTO TIET-
TH/Ia, COOTBETCTBYIOIIETO OTCYTCTBYIONIEMY N-KOHITY, THAKTUBAIINS BOCCTAHABIMBAETCS.
It HAOMIOAEHUST YKa3blBAIOT HA TO, uTo N-KoHel| Kaxkjaoro K-kanama paboraer Kak
«IIMApUK Ha HUTKE», 3aKPBIBAIONINI W IUTOMJIA3MATHUECKHIT KOHEI] TIOPbI BCKOPE TIOCIe
ee OTKPBITHSA, ¥ nHaKTUBUpYyIomuil kanan (puc. 11.31). IIpeanonaraercs, 4to CXOAHbII
MEXaHU3M JIEUCTBYET TPU ObICTPON MHAKTUBAIMU TIOTEHIINAT-3aBUCMMbIX Na™-KaHaioB
(KoTopbIe MBI 06CY UM TO37Ke), XOTS TaM B 9TOM YYaCTBYET APYTOii y4acToK OeKa.

DJIEKTPOXUMUYECKUT MEXaHU3M TOTEeHIaa JAeiCcTBUst ObLI BIepBbie chOpMyJIn-
POBaH TOCJIe 3HAMEHUTON Cepun 9KCIIePUMEHTOB, TpoBeieHHON B 40—50-x rT. XX Bexa.
[TockosbKy HA TOT MOMEHT METOIOB M3YUEHUS SJEKTPUIECKNX SBJCHWN B MATEHBKITX
KJeTKaX elle He CYIIeCTBOBAJO, SKCIEPUMEHTHI MPOBOAMIN HAa TUTAHTCKOM HEHpOHe
KasibMapa. HecMOTpst Ha TEeXHWYECKHI MPOTPECC, JIOTMKA OPUTHMHAJIBLHOTO aHaIn3a
JI0 CUX TIOP CJIY>KUT MOJIEJIBIO /LISl cOBpeMeHHbIX padoT. B npuioskenuu 11.3 onucanbt
HEKOTOPbIE aCTIeKThI OPUTHHAIBHBIX 9KCIIEPUMEHTOB.

11.3.8. MuenuHu3saLuna yBennumBaeT CKOPoCcTb 1 3pPeKTNBHOCTb pac-
NpPoOCTpaHeHNsA NoTeHunana AencTBnsA No HEPBHbIM KleTKam

Y MHOIMX TO3BOHOYHBIX MHEJHHOBBIE OOOJIOYKH CJTY’KAT M30JLIINEH aKCOHOB.
OHa 3HAYNUTETHHO YBEJINYMBACT CKOPOCTb IPOBEIEHMS MOTEHINANA JEHCTBUS aKCO-
HOM. Ba’XKHOCTb MHEJMHU3AINK SICHO MOKA3bIBAeT 3a00JIeBAaHNE PACCESHHbIL CKAEPO3,
IPU KOTOPOM MMMYHHAsl CHCTeMa pa3pyliaeT MUEJMHOBbIE OOO0JOYKH B HEKOTOPBIX
o61acTIx HeHTpaJIbHofI HepBHOfI CHUCTEMDBI; B HAPYIIEHHbIX YYaCTKaX IIpOBeAeHNe HEPB-
HbIX MMITYJIbCOB 3HAYUTEJIbHO 3aMe/JIAETCA, YTO YacCTO IMPUBOAUT K COKPYIIUTE/IbHbIM
HEBPOJIOTMYECKIM HOCIE/ICTBISM.

MuennH CHHTE3UPYIOT CIeIUaJbHbIe MO/IEPKUBAIONIIE KJIETKH, HOCSIINe Ha-
3BaHue rauaabHbIX KieTok. IlIBannoBckue (Schwann) kiaeTku o6pasyior MuesmHOBbIE
060JIOUKH aKCOHOB Iepu(epuuecKiX HEPBOB, A OJUTOACHAPOIMTbI — B IIEHTPAIBHOII



maBa 11. Mem6paHHbIli TpaHCNOPT Manbix Mosiekyn 1161

a) pacnpocTpaHeHue

aKCOH

0 1 2 3
6) BpeMsi, MCeK

kaptuHa nput =0
pacnpocTpaHeHue

=
kaHanbl Na 3aKPbITbl MHAKTUBUPOBAHbI OTKPbITbl 3aKPbITbI

MeMmGpaHa penonspu3oBaHa AenonsipuaoBaHa B COCTOSIHWN MOKOS!
kapTuHa npu t = 1 Mcek
pacnpocTpaHeHne
+
kaHarbl Na 3aKpbIThl  MHAKTUBMPOBAHbI OTKPbITHI 3aKPbITbI
MemGpara pernonspu3oBaHa [enonsipu3oBaHa B COCTOSIHIN MOKOS

Puc. 11.30. PacnpoctpaHeHue noTeHuMana AeicTBUA BAO/b aKCOHA. (a) BHYTPUKIETOYHbIE 371eKTPOAbI, pac-
NOJIOXEHHbIE Ha PaBHbIX MHTEPBaaX BAO/b aKCOHa, 3anNMUCbIBatoT HanpsaxkeHue. (6) M3meHeHne Na*-kaHanoB
N TOK (OpaHMcesble cmpesKu) Bbi3bIBAOT PacnpOCTPaHAOLWEEcs BO3MYyLLEHWE MEMBPAHHOTO MOTEHLMana.
0O61aCcTb aKCOHa € AENONAPM30BAHHON MeMBPaHOW NoKasaHa 20s1yb6e6im. O6paTUTE BHUMAHWUE, YTO NOTEHLMAN
AEVICTBMH MOXeT ABUraTbCA TO/IbKO OT TOYKKU Aenos1Iapn3alnn, NOCKO/IbKY MHAKTUBaALUA Na*—KaHanos npenAar-
CTBYET €ro pacrnpocTpaHeHnto B 06paTHOM HanpaB/ieHUN.



1. 3anuck noTeHuUManoB AeNCTBUS npy NOMOLWM BHYTPUKNETOYHbIX 3N1EeKTPOA0B

[nameTp rMraHTCKOro akcoHa KaribMapa COCTaBnsieT NPUMEPHO
0,5-1 MM, a ANvHa — HeCKoNbKO CaHTMMeTPOB. 1o ocK akcoHa
MOXHO BCTaBUTb 3MEKTPOA, NPeacTaBnsioLLmMii COGON 3anofHEHHbIN
NPOBOASALLMM PacTBOPOM AJIMHHbIV CTEKNSAHHBINA kanunnsp. Ero
KOHYMK [OJDKEH nexaTb rmy6oko B uutonnasme. Takum obpasom
MOXHO M3MEPUTb Pa3HNLY NOTEHLMANOB MeXAy akCOHOM KanbMma-
pa 1 BHELUHeN cpefioit, TO ecTb MeEMOPaHHbIN NoTeHumarn, no mepe
NPOXOXAEHUsi MoTeHuMana AeicTBMst MMMO anekTpoaa. MoTteHuman
[EeNCTBUA MHULIMMPYETCS KOPOTKUM 3MEKTPUYECKUM CTUMYIOM,
NpUKNagbiBaeMbIM K KOHLLY akcoHa. K kakoMy — HEBaXHO,
NocKomnbKy BO30Y>KAEeHUE MOXET pacrnpocTpaHaTbcs B no6om
HanpaeneHuu; amnnnMTyga CTuMyna TaKkke He UMeeT 3HauYeHws!, oHa
[OIDKHa NULLb NpeBbILLATh HEKOTOPOE MOPOroBOe 3HAYEHME;
noteHuman AeicTens pabotaeT No NPUHLMNY «BCE UM HUYETO».

nnasmarunyeckas BHyTpI/IKJ'IETO‘-IHbIVI
MembpaHa
\

anekTpoa
|

40 noTeHuman AencTeus

a0

—40

2. MNoTeHumanbl 4eCTBUSA 3aBUCAT TOSBbKO OT Nna3maTu4eckomn

bl 16KO O pamn Na*, K* n Cl urm SO?. YansutensHo, HO ToNbKo
MembpaHbl HelpoHa v rpagueHToB Na™ n K™ yepes Hee

Toraa, koraa koHueHTpaumn Na* u K™ BHyTpu u cHapyxu
aKcoHa Brnn3KK K eCTECTBEHHBIM 3HAYEHUSAM, aKCOH Npo-
BOAWT NOTeHLMan AeicTBUS B HOpManbHOM Buae. Takum

BoriblLe BCEro CHapYXM 1 BHYTPW akCOHa COAEPXXMTCS MOHOB
Na*, K" n Cl. Kak u B gpyrux knetkax, Na/K-nacoc nonaepxu-

BaeT 9-kpaTHoe npeobnaaaHne noHos Na®* BHyTpU akcoHa no
CpaBHEHWIO C BHELLIHel cpeajoi, Toraa kak KoHLeHTpaums K
npumMepHo B 20 pas Bbllle CHapyxu, YeM BHYTpU. Kakue noHbl
BaXkHbl ANsi NOTeHUuana AencTBns?

Paamepbl 1 XeCTKOCTb MMraHTCKOro akcoHa Kanbmapa no3sosisioT
yOanuTb 13 Hero, kak 3yGHyto nacTy u3 Tiobuka, renenofobHyto
LIMTOMMa3My 1 3arnofiHUTbL €ro YACTLIMU UCKYCCTBEHHBIMU PacTBO-

06pa3om, BaXXHO HaCTbio ANEKTPUYECKON CUTHANU3aLmm
KNeTKN AorkHa BbITb NNa3maTnyeckas MembpaHa;
BaxHbIMU voHam — Na* 1 K*, a goctatouHsim
MNCTOYHMKOM 3Heprum Ansi pacnpocTpaHeHnst noTeHumana
[eNCTBUSA OOMKHbI CIYXXUTb KOHLEHTPaLMOHHbIE
rpafMeHTbl 3TUX MOHOB Yepe3 MeMOBpaHy, NOCKOMNbKY BCe
ocTanbHble UCTOYHUKM MeTabonnyeckon aHeprum bbinu,

NPEANoNOXUTENbLHO, yAaneHsl BO BpeMsi nepdy3aunu.

FUraHTCKWIA

KaHtona ana ne; 31n ~
A Paby: PEe31MHOBbIMN R

akconnasma

peauHoBas
noanoxka

3. B nokoe MemBpaHa npoHuLaema B ocHoBHoM Anst K*; Bo Bpems no-
~ +
TeHUmMana [eicTBUS OHa CTaHOBUTCH BPEMEHHO npoHuuaema ans Na

B nokoe MeM6paHHbiIii noTeHuman 6nm3ok kK PaBHOBECHOMY 3Haue-
Huio no K. Kora koHueHTpaums K* cHapyxu nsmeHsieTcsl, noTeH-
Lman nokosi HEMHOTO N3MEHSIETCS B COOTBETCTBUM C ypaBHEHNEM
HepHcta ans K (cm. npunoxenne 11.2). Takum 06pasom, B nokoe
MeMm6paHa, B OCHOBHOM, npoHuuaema ans K*: kaHans! yTeukn K*
SBMSIOTCA OCHOBHbLIM COCOGOM NSt MIOHOB NPONTH Yepe3 MeMBpaHy.

Ecnv BapbMpoBaTh BHELLHIOW KoHLEHTpaLwmio Na®, noteHuman
nokosi He MeHsieTcs. OgHaKo BbICOTa NUKa NoTeHLMana aAencTens
HeCKOmNMbKO M3MEHSIETCA B COOTBETCTBUM C ypaBHeHMeM HepHcTa ans
Na®. Bo Bpemsi noTeHUmMana aeicTaus, Takum o6pasom, MemBpaHa B
OCHOBHOM NpoHWLaema ans Na*: Na*-kananb OTKpbIThI. Mocne
noTeHumana AecTBns MeMopaHHbI NoTeHLMan Bo3BpaLlaeTcs K
OTpULIATENLHOMY 3HAUYEHMIO, 3aBUCSILLIEMY OT KOHLeHTpaLmm K,

4. MeTop chukcaumm HanpsKeHUs nokasbiBaeT, kak MeMObpaHHbIi
noTeHuman perynmpyeT OTKpbIBaHUE U 3aKpbiBaHWE MOHHbIX KaHarnoB

Mem6paHHbIi NOTeHUMan MOXeT NoAaepXuBaTbCsA Ha MOCTOSAHHOM
YpOBHE («duKcaumnsa HanpspkeHVs») No BCeMy akCoHy nyTem nponyc-
KaHUsi COOTBETCTBYIOLLETO TOKa MO HEVU3ONMPOBaHHOMY MeTanInyecko-
My NpoBozy, BCTaBNEHHOMY BOMb OCK akcoHa. pu 3TOM Hy>HO Hab-
nogaTtb 3a MeMOpaHHbLIM NOTEHLMAaNoM Npy MOMOLLM BTOPOrO BHYTpU-
KneTo4Horo anekTpoaa. Koraa noteHunan membpaHbl nepeknioyatoT 13
COCTOSIHWS NOKOS B COCTOSIHME Aenonspusaumnn (a), Na®-kaHanbi GbicT-
PO OTKPLIBAIOTCS U MPOHMLEAEMOCTL AN Na* craHoBuTCSs Bonblue, Yem
ans K™. 3aTeM oHM onATb CMOHTAHHO 3aKPbIBAKOTCA, HECMOTPS Ha TO
4TO MeMBpaHHbIi NoTeHuman guKeMpoBaH 1 He MeHseTcs. K -kaHarb
TakKe OTKPLIBAIOTCS, HO C 3a[epXKoii, U npoHnuaemocTts anst K* pac-
TeT, noka npoHuuaemocTts ans Na* nagaet (6). Ecnv Tenepb o4eHb
6bICTPO NOBTOPUTL SKCMIEPUMEHT, BEpHYB MeMbpaHy Ha KOpOTKMiA Npo-
MEeXyTOK BPEMEHU B COCTOsIHME NMOKOS 1 3aTeM BbICTpo ee genonspu-
30BaB, OTBET ByAeT ApyrvM: AnvTenbHas Aenonsipusauuns npmsena k
ToMy, uTo Na'-KaHanbl NepeLun B MHaKTMBMPOBAaHHOE COCTOSIHME, 1
BTOpasi Aenonspn3aums He cnocobHa BbI3BaTb TAKOW e OTBET, Kak
nepsasi. BocctaHoBneHne nocne Takoro CocTosiHNs TpebyeT oTHoCK-

Karions — —

nepdysar TOk nepdpy3arta

MemBpaHa rmMraHTCKoro akcoHa

NprYem OH CTaHOBUTCS Aaxe Brivke K paBHOBECHOMY
noteHuuany no K*, yem noteHuuan nokos: memépaHa
MOYTM MONHOCTLIO MoTepsina npoHuLaemocTs Ans Na*
1 ctana Gonee nponuuaema anst K¥, yem paHbLue. To
ecTb Na'-kaHanbl 3aKpbInnCch 1 OTKPLINKUCH
nononHuTensHele K'-kaHanbl.

dopma noteHumnana
[eiicTBUSA, Koraa Bo
BHELLUHeW cpeae
nogaepxuBaercs
100 %, 50 % n

33 % HopmanbHomn
koHueHTpaLmm Na*

TENbHO NPOAOIKUTENBHOMO BpeMeH — okono 10 Mun-
NIMCEKYHA, — B COCTOSIHUM penonspusauum (Mokos)
MeMBpaHHoro noteHuuana.

B HopmanbHoM akcoHe 6e3 hukcaumm HanpsxkeHus
Bxoa Na* yepes oTkpbITble Na -kaHarnbl co3gaet nuk
noTeHUmana AeicTeus; uHaktusaumst Na‘-kaHanos u
oTkpbiBaHuMe K'-kaHanoB 6bICTPO BO3BpPALLAIOT
MeMBpaHy K NoTeHLMany nokosi.

+20

MeMBpPaHHbIi
noteHuman

OTKpbITble
NPOBOAMMOCTb

no K*

NHaKTUBUPOBAHHbIE npoBOAMMOCTL

1 I noNa®
6
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++ ++
MeMbpaHa
- == UNTO30J1b nonsapusosaHa
H,N NH,
/ 3AKPbIT \ i
-
MeMbpaHa
++ ++ ++ ++ AenonspusoBaHa
H,N
NH,
H,N NH,
MHAKTVBNPOBAH OTKPbIT i

Puc. 11.31. Mogenb «WwapuKa Ha HUTKe» BbICTPOI MHAKTUBALUKN NOTEHUMaN-3aBUCUMBbIX K*-KaHanos.
Korga membpaHa aenonsipusyeTcs, KaHan OTKPbIBAETCA M HAYMHAET NPOBOAMTb MOHBbI. Ecn aenonapusauma
COXPAHSAETCS, OTKPbITbIA KaHa NPMHMMAET HeaKTUBHY0 KOHGOPMALMIO, B KOTOPOI Nopa 3akpbiTa 20 amuHo-
Kucnotamm N-KoHL@, 06pasyroLLMMM «LLIAPUK» Ha y4acTKe HECBEPHYTOW NOMIMNENTUAHOM LENN — «KHUTKUY.
[N HarnagHoOCTY NOoKasaHbl TO/IbKO [Ba LAPUKA; Ha CAMOM AeNe UX YeTbIpe, Mo O4HOMY OT Kaxaou cyobeam-
HUUpI. MpeanonaraeTcs, YTo CXO4HbIM MexaHM3M MHaKTMBMpPYeT Na*-KaHa ibl, HO TaM y4acTBYET APYroM y4acToK
No/IMNENTUAHOM Lenu. BHyTpeHHME CUITbl CTaBUAMU3UPYIOT KaXKA,0€e COCTOAHME MO OTHOLIEHUIO K HE6Oo/IbLIMM
BO3MYLLLEHWUAM, HO JOCTAaTOYHO CUJIbHOE CTOJIKHOBEHME C APYTO MONIEKY/I0M MOYKET 3aCTaBUTb KaHa/l NepenTu
13 OHOTO COCTOSIHUSA B Apyroe. COCTOSAHNE C HAaMMEHbLLEN SHepruel 3aBUCUT OT MEMBPaAHHOIO NOTEHLMANa,
NOTOMY YTO Pas3/INYHble KOHGOPMALMM OTIMYALOTCS pacnpeseneHmem 3apsaaos. Korga membpaHa HaxoguTea
B MOKoe (BbICOKOMONAPM30BaHA), 3aKpbITad KOHPOPMaLMA MMEET HaMMEHbLLIYIO CBOBOAHYIO SHEPIUIO U,
cnepoBaTesibHO, CTabuibHa; Korga membpaHa Aenonspu3oBaHa, SHeprua OTKPbITOW KOHPOPMaLUU HUKE,
No3TOMY BEPOSITHOCTb OTKPbLITUA KaHaNa BeaunKa. Ho cBob6oHan aHeprua UHAKMUBUPOBAHHOU KOHPOpMaLMm
elle MeHbLUe, MO3TOMY MOC/e ClyYaliHbIM 06pa3oM U3MEHAOLLErocs BpeMeHU NpebbiBaHNA B OTKPbITOM CO-
CTOSIHMM KaHan MHaKTUBMpYyeTcs. Taknm 06pasom, oTKpbITas KOHGOPMALLMA COOTBETCTBYET METAacTabuibHOMY
COCTOAHMIO U CYLLECTBYET INLLb BPEMEHHO. KpacHbIMU cmpesiKkamu NoKasaHa nocief0BaTesIbHOCTb CObbITUI
nocne BHe3anHom Aenonapusaumm; yepHoli cmpesakoli MOKasaHO BO3BPALLEHNE B UCXOLHYHO KOHPOPMALMIO,
COOTBETCTBYIOLLYIO COCTOSHMIO C HAMMEHbLUEN 3HeprMen nocae penonspusaumum memopaHbl.

HEPBHOHN cucreMe. ITH TJHUATIbHBIE KJIETKH TIIOTHOM CIHMPAJIbI0 HAMATBIBAIOT CJION
3a CJI0EM CBOIO TLIa3MariyecKyo MeMGpany Ha akcoH (puc. 11.32, @ u 6), uzosmpys
aKCOHAJBHYIO MeMOpaHy TakiM 06pa3oM, YTO yepe3 Hee MOYTH He MPOUCXOUT YTEUKH
ToKa. MuemHOBble 000I0UKY YePe3 PaBHbIE IPOMEXKYTKH IIPEPhIBAIOTCS. NEPEeXeamamii
Paneve, B KOTOPBIX cocpenoTouenbl noutu Bee Na'-kanasbr akcona (M. puc. 11.32, 6).
[TockosbKy HE TOKPBITbIE MUEJIMHOM YYaCTKU aKCOHAJIBHON MeMOpaHbl 00JIaaioT OT-
JIMYHBIMU KaGeJbHBIMU CBOWCTBaMU (JPYTUME CJIOBAMH, OHU SJIEKTPUYECKH BEIYT ceOst
KaK BBICOKOTEXHOJIOTMYHbIN TIOIBOIHbIN TesierpadHbIil KaGesb), Ienospusaliist MeMOpa-
HBbI B OJTHOM TlepexBare MOYTH HEMEJIEHHO MACCUBHO TIEPEXO/NT HA JPYTON TIepexBarT.
Takum 06pa3oM, TIOTEHIMA JIEHCTBUS PACIPOCTPAHSETCS 10 aKCOHY, TeperpbhIriBast
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Puc. 11.32. MuenuHusaums. (a) MmenmHU3MpoBaHHbI aKCOH nepudepmyeckoro Hepea. Kaxkaas WBaHHOB-
CKanA KNeTKa 06MaTbIBaeT CBOKO M1a3maTUUYecKyto MeMbpaHy BOKPYT akCOHa, 06pa3ya y4acToK MUeMHOBOM
060/104KM 4/IMHOM 0KONO 1 MM. YKNaZKa MeMBpaHHbIX C/I0EB MUE/IMHA Ha STOM PUCYHKEe AR HAarALHOCTU
NMoKasaHa MeHee KOMMaKTHOM, YeM OHA ecTb B peasibHOCTU (CM. YacTb 6). (6) DneKTpoHHas MMKpodoTorpa-
duA cpesa HepBa HOMM MONOLON KpbICbl. BUAHbLI ABe LWBAHHOBCKME KNETKWU: OfHa BHU3Y TO/IbKO HAauYMHaeT
MWENNHU3NPOBATb CBOM aKCOH; KNETKa Haz, Hew yxKe NouTi chopmmnpoBana 3penyro MUENNHOBYIO 06010UKY.
(8) ®nyopecueHTHan MuKpodoTorpaduma 1 cxema OTAe/bHbIX MUENTMHU3MPOBAHHbIX AKCOHOB HepBa. OKpa-
LUMBaHME aHTUTENaMM NO3BOANIO OBHAPYXKUTb TPU Pa3nyHbIX 6enka. MNMoTeHuman-3asnucumble Na*-kaHanbl
(oKpaLeHHbIe 3es1eHbIM) CKOHLEHTPUPOBAHbI B aKCOHANIbHOM MembpaHe B nepexsaTtax PaHBbe. BHEKNETOUHbIN
6enokK (HocAwmin HazBaHWe Caspr, OKPALWeH KPACHbIM) OTMEYaeT KOHeL, KaxK40M MUEIMHOBOWM 060/104YKM.
Caspr KOHLEHTpUPYeTCA B 06N1acTAX KOHTAKTA, r4e naasmatnyeckas MembpaHa rmnanbHbIX KNETOK NAOTHO
NPUMbIKAET K aKCOHY, CO34aBasn 3/71eKTpUYeckuii 3anop. MoTeHuman-3asucumble K*-kaHanbl (OKpalleHHble
CUHUM) Pacno/ioKeHbl B MaasmaTMyeckon membpaHe akcoHoB B61M3n nepexsatos. (6, n3 Cedric S. Reine,
B Myelin [P. Morell, pea.]. New-York: Plenum, 1976; B, u3 M. N. Rasband and P.Shrager, J. Physiol. 525: 63—73,
2000. C nobesHoro paspelueHusa nsgatenscrea Blackwell Publishing.)

OT TepexBata K TepexBary. IJTOT MPOIECC HA3bIBAETCs calbmamoprvin (CKauyuum)
npoeedenuem. Takoil THII IPOBE/ICHIS IMEET /IBa 3HAYNTEIBHBIX IPEUMYIIECTBA: IOTEH-
I[MAJT JIefiCTBHS PaCIPOCTPAHseTCsT ObICTpee, U COXPAHAETCST MeTaO0ITIecKast SHepris,
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MOCKOJIbKY aKTUBHOE BO30Y K/IEHIE OrPAHUYMBAETCS] MATIEHHKIME YUACTKAMU AaKCOHAIBHOI
[1a3MaTuyeckoii MeMOpanbl B niepexsarax PamBbe.

11.3.9. MM>3Ty-KNamn yKa3sbiBaeT Ha TO, YTO OTAEeNbHbIE KaHalbl OTKpPbIBa-
IOTCA MO NPUHLMNY «BCE WA HUYEro»

[TmasmaTiaeckast MeM6pana HEfPOHOB M KJTETOK CKEJIETHBIX MBI COJICPIKHUT THICTUN
norennuan-zaBucuMbix Na*-kananoB. Tok yepe3 MeMOpany mpezicTaBsier co0oii CyMMy
TOKOB 4epe3 Bce 3T KaHasbl. [Ipi moMoIm BHYy TPHKJIETOYHOTO MUKPOATEKTPOAA MOKHO
3apeTUCTPIPOBATD 3TOT COBOKYITHBIN TOK, Kak mMoka3ano Ha puc. 11.30. Oxnako, Kak HI
VIUBUTENHHO, MOKHO U3MEPHTH M TOK 4Yepe3 OT/eJbHbIe KaHATbl. MeTo/l MaT4-KJIaMIl
(MeToz T0KaIbHOM pUKCauK OTeRnMana), paspa6oranubiii B 70—80-X IT., coBepIIII
TIepeBOPOT B M3y4YeHUN MOHHBIX KaHaaoB. OH TO3BOJNJ UCC/IE/I0BATh TPAHCIIOPT Yepe3
€/IMHCTBEHHYTO MOJIEKYJTy KAHAJIBLHOTO Gesika Ha MaJIEHbKOM y4acTKe MeMOPAHbI HA KOH-
unke mMukponunerku (puc. 11.33). IIpu nomoru 9Toro mpocToro, Ho ahPEKTUBHOrO
MeTO/Ia MOKHO M3Y4aTh CBOMCTBA MOHHBIX KAHAJIOB BCEX TUIOB KJIETOK. Takue paGoTb
MPUBEJN K OTKPBITUIO TOTO, YTO JIasKe KJIETKH, He 00JIa/IaloNIe 2JIEKTPUYECKOil BO30OYan-
MOCTBIO, OOBIYHO HECYT B CBO€II ITa3MaTHIECKOiT MeMOpaHe MHOKECTBO PAa3HOOOPA3HbIX
MOHHBIX KaHATOB. MHOTTE U3 3THX KJIETOK, HAPUMEP KJIETKH JIPOIKEH, CIMIITKOM MaJIb
JUIS TOTO, 4TOOBI TIPUMEHSITh K HUM TPAJUIUOHHBIN 2TeKTPOPUZNOTIOTTIECKIH METO/
HATBIKAHUST HA BHYTPUKJIETOYHBIN AJEKTPO/L.

[IaTy-KIaMIT TIOKA3aJ1, Y4TO OT/EbHBbIE TIOTEHIMAI-3aBuCHMble Na-KaHa/Ibl OTKPBI-
BAIOTCA TO TIPUHIINIY «BCe WM HUYEro». Kamaym OTKPBIBaeTCs M 3aKPBIBACTCS CITydaii-
HBIM 00pa3oM, HO KOT/Ia OH OTKPBIT, €r0 ITPOBOMMOCTD BCET/[a OJ{HA U Ta K€ — OKOJIO
1000 nonoB B MusrcekyHy. TakuM 06pa3oM, COBOKYIHBII TOK Yepe3 MeMOpaHy Bceil
KJIETKH TIOKa3bIBAET HE YPO6EHb OTKPBITHSI OTIEIBHOTO TUIHYHOTO KaHada, a obuee
YUC/I0 OTKPBITBIX KaHATIOB B MeMOpaHe B JaHHbiii MoMeHT Bpemenu (puc. 11.34).

[Tpocrpie huznveckyie TPUHIUIIBI TO3BOJISTIOT HAM TIOHATH 3aBUCHMOCTD OT TIOTEH-
uasa. JJIEKTPUIECKUH MOTeHIa BHYTPEHHEH cpe/bl HelipoHa NI MBITIEYHON KIETKI
B 1niokoe npumepHo Ha 50—100 MB GoJiee orpuriaresieH, yeM MOTEHIIHAT OKPYIKEHUS.
XoTsl Takag pasHHUIla TOTEHINAIOB MOXKET MOKAa3aTbCs MasIeHbKOH, OHa CYIECTBYET
Ha MeMOpane TOJIIINHON BCETO OKOJIO D HM, YTO JIaeT TPAJNCHT HANPSDKEHNUS TOPSIKA
100000 B/cm. Takum o6pasom, Geskn B MeMOpaHe MOABEPTaioTCs AEHCTBUIO OYEHb
GOJIBIIIOTO DJIEKTPUYECKOTO TOJISI, KOTOPOE MOJKET 3HAYMTEJNHHO TIOBJIUATH HA UX KOH-
dopmaruio. Itu GesKu, Kak U BCe OCTATbHBIE, HECYT MHOMECTBO 3aPSIKEHHDBIX TPYIIIT
1 TIOJISIPHBIE CBSI3W MESK/TY PA3JIMYHBIMU aTOMaMU. JTO 03HAYAET, YTO ATEKTPUYECKOe ToJIe
HAKJIQ/[BIBAET CUJIBI HA MOJIEKYJISIPHYIO CTPYKTYPY. [l19 MHOTUX MeMOPaHHbBIX OeJKOB
abdeKT n3MeHeHii B 9JIEKTPUIECKOM MOJIe MeMOPaHbl, CKopee Bcero, Oy/leT He3HAun-
TEJIbHBIM, HO MOTEHINA-3aBUCMbIE HOHHbBIE KAHAJBI CIIOCOGHBI TIPUHUMATH KOH(POPMa-
1K, CTaGUIBHOCTD KOTOPBIX 3aBUCUT OT BeJIMUMHBI 1oJid. [loTeniman-3aBucumbie Na*-,
K*- n Ca?*-kaHasibl, HapuMep, HECYT B OHOM M3 CBOMX TPAHCMEMOPAHHBIX CErMEHTOB
XapaKkTepHbIE TTONOKATESHbHO 3apsyKeHHbIe aMUHOKHMCJIOTBI, OTBEYAIONINE Ha JICTIOJS-
PH3AIUIO JIBUKEHNEM HApPY3Ky, UTO, B CBOIO OYEPE/lb, IPUBOAUT K KOH(DOPMAIIMOHHBIM
MepecTpoiikaM, OTKPBbIBAOMNM KaHast. Kakaasd xongopMaims MOXKET «IIePEeKITIOUYNTh-
csl» B JIPYTYIO TIPU JIOCTATOYHOM TOJIYKE CO CTOPOHBI CYYAWHBIX TEIIOBBIX JIBUKEHWI
okpyskeHus. M3menenust MeMOPaHHOTO TIOTEHITTAJIA BIUSIOT UMEHHO HA OTHOCHTEJHHYTO
CTaOMJIBHOCTD 3AKPBITBHIX, OTKPBITBIX N MHAKTUBHUPOBAHHBIX KOH(DOPMAITHIT O] JeiiCTBIEM
nepexmovenns (cM. moammch K puc. 11.31).
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Puc. 11.33. MeTog, naty-kKnamn. bnarogapa o4eHb NJAOTHOMY KOHTAKTy MEXAY MUKPOMUNETKOM U Membpa-
HOM, TOK MOXXET BOMTH B MUKPOMUNETKY UM NOKMHYTb €€ TO/IbKO 3a CHET MPOXOXKAEHWUA Yepes KaHan B namye
(patch — yyuacmok) membpaHbl, 3a3KaToM Ha KOHUUKe. TepMUH Kaam (clamp — 3ax#UmM) NCNONb3YIOT MOTOMY,
YTO ANA NOAAEPMKAHMA, NN «3AKMMAHMA», MeEMBPaHHOTO NoTeHUMana onpeaeneHHol BeNNYUHBI NP 13-
MepeHMM MOHHOTO TOKa Yepes OTAe/IbHble KaHa bl TPUMEHSAIOT 3NEKTPOHHbIV NpUbop. TOK Yepes 3TU KaHa bl
MOMKET BbITb M3MEPEH, Koraa N3ty Bee eLLe coobLIaeTcs C 0CTabHOM MeMBpPaHOW, KaK Ha (a), UK OTAeNeH, Kak
Ha (6). MpenmyLLEeCcTBO OTAENEHHOTO M3TYa COCTOMT B TOM, YTO B 3TOM C/ly4ae NPOLLLE U3MEHATH COCTaB pPacTBopa
no obenm cTopoHam MembpaHbl U U3y4aTb BAUAHWE Pa3/INYHbIX PACTBOPEHHbIX BELLLECTB Ha NOBEAEHUE KaHana.
OTAeneHHbIV N3TY TaKKe MOXKHO Moy4YUTb B 06PaTHOM OpUEHTaLMK, T. €. TaK, YTOObl LUTONIa3MaTUYecKas
NOBEePXHOCTb MeMbBpPaHbl HAXOAMNACH BHYTPU MUMETKMU.

11.3.10. NMoTeHUynan-saBUCMMble KaTUOHHbIE KaHaJbl SBOJIIOLMIOHHO
N CTPYKTYPHO POACTBEHHbI

Na*-kanajibl — He €MHCTBEHHbBIE MOTEHI[MA-3aBUCUMbIE KAHAJIbI, CIIOCOOHDIE Te-
HEPUPOBATh MOTEHIMA JieiicTBusi. [loTeHIasIbl IeHCTBUSI B HEKOTOPBIX MBbIIIIAX, STiTle-
KJIETKaX U KJIETKAX JKeJie3, HAIIPUMEP, 3aBUCST OT nomenyuai-3asucumvix Ca’*-xanaios,
a ve or Na™-kaHaJsioB.

B mpenesiax aTux Tpex KJIaccoB OGHAPYIKEHO YAUBUTEIBHOE CTPYKTYPHOE U (PyHK-
[IMOHAJIbHOE PazHo0Opa3ue, CO3/aBaeMoe KaK MHOKECTBEHHBIMU T€HAMU, TAaK U aJIbTepP-
HaTUBHBIM ciuiaiicuarom tpanckpuntoB PHK ognoro rena. OHaK0 aMUHOKUCIOTHBIE
HOCJIEI0BATETLHOCTI M3BECTHBIX ToTeHInat-3aBucnMbix Nat-, K- u Ca?*-kaHanoB 04eHb
CXOKH. IDTO YKa3bIBAaeT HA TO, YTO OHU BCE MPHUHA/JIEKAT KPYIHOMY CYIepCeMeNCTBy
ABOJIIOIIMOHHO U CTPYKTYPHO POJICTBEHHBIX OEJKOB U MOCTPOEHBI MO OHOMY MPUHIU-
my. Torga Kak oHOKJIETOUHbIE IPOXKIKHU S. cerevisiae conep:Kar eIUHCTBEHHDIN TeH,
KOUpYIommii nmorenimai-3apucumpiii K -kanas, rermom uepsst C. elegans comepxut 68
reHOB, KOAUPYIOIINX pasHble, HO pojcTBeHHble K'-KaHabl, JTa CJI0KHOCTH TOBOPHUT
0 TOM, YTO JIayKe MpOocTasi HepBHAs cucreMa, cocrosiiias u3 302 HelPOHOB, UCIOJIb3YeT
GOJIBITIOE YUCJIO PA3INYHBIX HOHHBIX KAHAJIOB JIJIS1 TEHEPAIUU OTBETA.

Jlioau, HAaC/Iey1oIINne MyTaHTHbBIE TEHbI, KOIUPYIOIIIE Pa3JINYHbIe HOHHbIE KAaHAJIb-
Hble GeJIKU, MOTYT CTPAJIaTh OT Pa3HOOOPA3HBbIX 3a00/1eBaHUil HEPBHOI CUCTEMBI, MbIIIII]
U Ccepjilla, B 3aBUCUMOCTH OT TOTO, B KAKUX KJIETKax B HOpMe (PYHKIIMOHUPYET OEJIOK,
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Puc. 11.34. MaTy-KNaMmn U3MepeHUs OTAENbHOro NoTeHuman-3asucumoro Na*-kaHana. ManeHbKui y4acToK
MeMb6paHbl MblLLEYHOW KNETKN KPbICUHOTO 3IMBPUOHA OTAENUAM, KaK Ha puc. 11.33. (a) MembpaHy aenonapu-
30Banu NyTem HbICTPOro M3MeHeHUA noTeHuuana. (6) Tpm 3anncK TOKOB, NOYYEHHbIE B TPEX IKCMePUMEHTaX
Ha 04HOM y4acTKe MeMbpaHbl. Kaxaas 3HauMTelbHan «CTyrneHbKa» NoTeHLMa a COOTBETCTBYET OTKPbIBAHMIO
1 33aKpbIBaHWIO eAMHCTBEHHOTO KaHana. CpaBHeHWeE Tpex U3MepPeHU MOKa3blBaET, YTO, C/IU MPOAOIKUTENb-
HOCTb OTKPbIBaHUA U 3aKPbIBAHWA KaHana CUIbHO M3MEHAETCA, TOK B OTKPbLITOM KaHase Bcerga noYTh nocTon-
HeH. Hebonblume GpayKTyaumum B U3MepPeHUN TOKa ABAAIOTCA BO/bLUIEN YacTblo Pe3y/IbTaTOM 3/1EKTPUYECKOTO
Lyma B feTekTope. ToK u3mepseTca B nkoamnepax (nA). 4as yaobcrsa a/1eKTpUYecKnii NOTEHLMAN CHapYKK
KNIETKM CYUTAETCA PaBHbIM HY/H0. (B) I3mepAtoT cymmy TOKOB B 144 NOBTOPEHUAX OAHOTO IKCriepumeHTa. Cpas-
HeHue (6) u (B) NOKa3bIBaeT, YTO BPeMeHHas 3aBUCMMOCTb COBOKYMHOIO TOKa OTPAKaeT BEPOATHOCTb TOrO, YTO
KaXKapli OTAeNbHbIN KaHa HAXOAUTCA B OTKPbITOM COCTOAHWUM. 9Ta BEPOATHOCTb CO BPEMEHEM YMEHbLLIAeTCs,
0 Mepe TOro KaK KaHasibl B 4eMN0NApM30BaHHOW MeMbpaHe NepexoaaT B UHAKTUBUPOBAHHY KOHGOPMaLMIO.
(AaHHble u3 J. Patlak and R.Horn, J. Gen. Physiol. 79: 333—-351, 1982. C nto6e3HOoro paspeLleHus n3aatenberaa
The Rockefeller University Press.)

KOJIMPYeMblif MyTaHTHBIM reHoM. Harpumep, Myraiiun B reHaxX MOTEHIINAJ-3aBUCUMbIX
Na*-kaHasoB B KJIeTKaxX CKEJETHBIX MBbIIII] MOTYT BbI3bIBATb MUOMOHUIO, 3a60JieBaHuE,
IIPH KOTOPOM IIOCJIE TTPOM3BOJIBHOIO COKPAIIEHMST MBIIII] paccjabieHne IPONCXOIUT
C 33JIEPIKKOIL, YTO BbI3bIBAET OOJIE3HEHHbBIE MbIIIEUHbIE CIIa3Mbl. B HEKOTOPBIX Carydasix
9TO MPOMCXOUT MOTOMY, UTO MATOJOTHYECKHUE KAHAJIBI HE CIIOCOOHBI HOPMAJIbHO MHAK-
TUBUPOBATHCS; B peayJsibrare Na* mpo1o/pKaeT BXOAUTh B KJIETKY 1OC/e OKOHYAHUST 110-
TeHIaa JIEHCTBUS W MTPOUCXOAAT TTOBTOPHAS JIETIONSIPU3AINAS W COKPAIIEHWe MBITITITHI.
Touno Tak ke MyTtaiuu, 3arparusaioniie Na*- nmn K -kanasb Mo3ra, MOTYT IPUBOUTH
K NUAENCUU, TIPU KOTOPOIT N3OBITOUHbIE CHHXPOHHbIE CUTHAJIBI KPYITHBIX TPYIIIT HEHPOHOB
BBI3BIBAIOT SIUJIENTHYECKIE TPUIAAKK (CyI0pPOru, WM KOHBYJIHCHIL).
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11.3.11. MegunaTop-3aBNCMbie NOHHbIE KaHabl B XUMNYECKNX CUHan-
cax nepeBOAAT XMMUNYECKNe CUrHasbl B 1eKTpnyeckne

HepsHbie curaasbt mepeaioTes OT KJIETKH K KJIETKE B CHEIMATN3UPOBAHHBIX KOH-
TaKTaX, U3BECTHBIX KaK CHHAINCHI. OObIUYHBIN MEXAHU3M TIEPEAAUN SIBIISIETCS] HEIIPSIMbBIM.
Kietku a1eKTpuuecKy U30JIMPOBAHDL IPYT OT JIPYTa, T.e. RPeCUHANMUUECKAs KAeMKA
OT/IeJIeHa OT NOCMCUHANTNUYECKOU KJeMmKU Y3KON cunanmuyeckou weavio. VIsmenenne
3JIEKTPIYECKOTO TOTEHIINAIA B TIPECUHANITHYECKON KJIETKe 3alyCKaeT BBICBOOOK/IEHIE
HEGOJIBIMTNX CUTHAJBHBIX MOJIEKYJI, I3BECTHBIX KaK HEeHPOMeHaTOPbl, KOTOPDIE XPAHIT-
Csl B 3aMKHYTBIX MEeMOPAHHBIX CHHANTUYECKUX ITy3bIPbKaX W BBICBOOOXKIAIOTCS TTyTEM
sk3orro3a. Heiipomeauarop 6bictpo audOyHAUPYET yepe3 CHHANTHYECKYIO TIeJTb
7 BBI3BIBAET 3JIEKTPUUYECKIE M3MEHEHWS B TIOCTCHHANTHYECKOH KJIETKE, CBS3BIBASCDH
¢ meduamop-3asucumvimu uonnvimu kanaramu (puc. 11.35) n orpeiBast ux. Ilocse
CeKpeluy HelipoMeatopa OH ObICTPO YAAJISETCS: €ro JUO0 YHWYTOXKAIOT CIIETHAJIH-
3upoBaHHble (hepMEHTBbI CHHANITHYECKON IIeNN, OO OH 3aXBATLIBAETCS BBIIETMBIINM
€T0 HEPBOM WJIN TJIMAJILHBIMY KieTKaMu. OGpaTHDBII 3aXBaT OTIOCPEyeTCs Pa3InIHbIMI
Na*-3aBucruMbIMU TpaHCIIOPTEPAMU HEHPOMEAMATOPOB; TaK, HEHPOMEINaTOPbI Iepepa-
6aTBIBAIOTCS, YTO TIO3BOJIIET KJIETKAM CIIPABIATHCS C BBICOKUMU CKOPOCTSIMH UX BBICBO-
60sx1enus1. BoicTpoe yamenne obecrieanBaeT IIPOCTPAHCTBEHHYTO 1 BPEMEHHYIO TOYHOCTD
curHaM3aImy B cuHarce. OHO yMeHbIaeT MaHChl TOTO, YTO HelfpOMeINaTop TOBIUIET
Ha cocetHme KaeTkr. CHHAaNTHYecKast 1Mesib To/BKHA 6bITh CBOOOHA OT HelipoMemaropa
JI0 CJEYIONIEro BhIGpoca, 4ToObI BpeMeHHas MOCIe0BATEeTbHOCTD TIOBTOPHOTO GBICTPO-
TO CUTHAJBHOTO COOBITHS MOTJIa OBITh TOYHO TIepeJaHa B MOCTCHHANTUYECKYTO KIIETKY.
Kax MbI yBUgnM, curHaIM3aIys MOCPEJCTBOM TaKUX XUMUYECKUX CUHANCOE SBISETCS
60stee THOKOI M aIANITHBHON, YeM TIPSAMOE 3JIEKTPIUYECKOE COTIPSKEHIE Yepes TieJieBble
KOHTAKTbI B dsekmpuueckux cunancax (o6cyskaaeMbix B riaBe 19), KoTOpble Takske
NCTIONB3YIOTCS HEfPOHaMM, HO B MEHBINMNX MaciTadax.

Memmarop-3aBucUMbIe HOHHBIE KAHAJIBI CIICIINATN3NPYIOTCS Ha OBICTPOM TIEPEBO/IE
BHEKJIETOYHBIX XUMUYIECKIX CUTHAJIOB B 9JIEKTPUYECKIE CUTHAIBI B XUMIYECKITX CHHAIICAX.
Kanasbr KOHIIEHTpUPYIOTCA B TJIa3MaTHYeCcKoil MeMOpaHe TTOCTCHHATITHYECKON KJIETKH
B 06J1aCTH CUHATICA U OTKPBIBAIOTCS B OTBET HA CBA3bIBAHUE MOJIEKYJ HEHPOMEINaTopa,
co3zaBag KpaTkoe M3MeHeHue mponuiaeMoctu MeMmOpanbl (cm. puc. 11.35, @). B or-
JIT4re OT TTOTEHITNAT-3aBUCUMBIX KAaHAJIOB, OTBETCTBEHHBIX 34 MOTEHITWAJDBI JIEHCTBU,
MeIMaTop-3aBUCUMble KaHAJIbI OTHOCHUTEIHHO HEYYBCTBHUTEJbHBI K MEMOPAHHOMY IIO-
TEHIMATY U TI09TOMY caMu 10 ceGe He CIIOCOGHBI FeHePHPOBATh CaMOYCUIUBAIOIIEECsT
BO36Y:K/IeHNe. BMecTo aToro, OHM CO3/A0T JIOKATbHbIE U3MEHEHHS TIPOHUTIAEMOCTH H,
cJIeloBaTeIbHO, MEMOPAHHOTO TTOTEHIINAA, KOTOPbIE 3aBUCSAT OT KOJIMYECTBAa HelipoMe-
JIMaTopa, BBICBOOOXKEHHOTO B CHHAICE, W BPEMEHM ero HaxoskjeHusd taM. llorentmasn
JIEICTBHS B 3TOM y4acTKe MOKeT ObITh 3aITyIeH TOJbKO TOT/IA, KOT/A JOKATHHBII MeM-
OGpaHHBII TTOTEHIINAT JIOCTATOYHO JIETIONSPU3YETCS /I OTKPBITUS COOTBETCTBYIOIIETO
yrcaa GIN3JIESKANX TOTEHITHAI-3aBUCHMbBIX KaTHOHHBIX KAaHAJIOB, MPUCYTCTBYIOMINX
B TOI1 ke MeMOpaHe-MUIIeHN.

11.3.12. Xumunuyeckune cmHancbli MOryT 6biTb BO36yKAaloWmmm unm Top-
MO3HbIMMN

Me}II/IaTOp*BaBI/ICI/IMbIe HOHHbIE KaHaJIbl OTJIMYAIOTCA APYT OT Apyra 110 HECKOJIbKUM
BaXHbIM IIpU3HAKaM. BO*HepBbIX, 6yﬂyLII/I penenrtopamu, OHN 06J13}13.IOT BBICOKOCEJIEK-
TUBHBIMH CATaAMM CBSI3bIBAHMS HeflpOMe}lI/IaTOPOB, BbICBOéO)KJIaeMbIX 13 IpecruHarTnye-
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Puc. 11.35. Xumunueckuii cuHanc. (a) Korga noteHuman AencTsums 4OCTUraeT HEPBHOMO OKOHYaHWA B NpecuHan-
TUYECKON KNeTKe, OH Bbl3biBaeT BbICBOOOXKAeHME HellpomeanaTopa. Monekynbl HelipomeauaTopa XpaHATCA
B CMHANTMYECKMX Ny3bIpPbKax U BbICBOOOXKAAOTCA BO BHELLHIOW Cpeay KNeTKU MpU CAMBAHUK Ny3blPbKOB
C N1a3MaTUYeCcKon MeMbpaHoit HePBHOTO OKOHYaHUA. BbiaeneHHbIM HeipomeaMaTop B CUHarce CBA3bIBaeTCA
C MeaAnaTop-3aBUCUMbIMU MOHHbIMU KaHalaMu naasmaTMyecKkomn MeM6paHbI NOCTCUHANTUYECKOW KNETKU-
MULLEHN U OTKPbIBaET UX. Bbi3BaHHbIE 3TUM MOHHbIE TOKM U3MEHAIOT MeM6paHHbIl7I noTeHuuan KNeETKN-MULLIEHU,
nepefaBas TakMM 06pasom CUrHaN OT BO3DOYKAEHHOTO HepBa. (6) INeKTpoHHas MUKpodoTorpadus TOHKOTo
cpesa ABYX HEPBHbIX CMHAMNCOB Ha AEHAPUTE MOCTCMHAMNTUYECKOW KNETKU. (6, ¢ ntobe3Horo paspelleHus
Cedric Raine.)

CKOTO HEPBHOTO OKOHYaHMS. BO-BTOPBIX, KaK KaHAJbI, OHU CEJIEKTUBHBI 10 OTHOIIEHUIO
K TIPOIYCKAEMbIM Yepe3 TIa3MaTHYecKyio MeMOpaHy MOHAM; 3TO OIPEIEseT TIPUPOILY
[OCTCHHAITIYECKOTO oTBeTa. Bo30yskaaomue HeiipoMeMaTopbl OTKPHIBAIOT KATHOHHBIE
KaHaJIbI, YTO MIPUBOUT K BXOy Na*, /enosisspu3yolero moCTCHHANITHYECKY IO MeMOpany
B CTOPOHY TTOPOTOBOTO MOTEHIMAIA TeHEePAIUy TToTeHInama aeiicteusi. TopMo3Hble Heli-
pOMenaTopsl, C IPyroit ctopoHbl, oTKpbiBaioT 6o Cl-kanasbi, mu6o Kf-kanamier, u a1o
TMOJIABJIE€T CUTHAIM3AIINIO 32 CYET TOTO, YTO BO3OY K/IAIONTIM BO3/IEHICTBISAM CTAHOBUTCS
CJIOJKHEE JIeTIoJIIPU30BaTh TTIOCTCUHANITHYECKYIO MeMOpaHy. MHorue HefipoMennaTopbl
MOTYT ObITh KaK BO30OY KIAAIONINME, TaK 1 TOPMO3HBIMHU B 3aBUCIMOCTH OT TOTO, T/I€ OHU
BBICBOOOYK/IAIOTCS, ¢ KAKUMU PEIENTOPaMH CBA3bIBAIOTCS M OT OKPY>KAIONIMX MOHHBIX
ycsoBuit. Auemuaxosun, HarpuMep, MOXKET Kak Bo30YK/IaTb, TaK U TOPMO3WUTDL B 3a-
BUCHMOCTU OT THIIA alleTUIXOJUHOBOTO PEIENTOpa, ¢ KOTOPhIM OH cBg3ancd. OHako
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OOBIYHO AIETHIIXOJITH, 24YMAMUHOGAS KUCJIOMA VI CEPOMOHUN CITY3KAT BO30YKIAIOTTHMU
Helipomenaropam, a y-amunomacasnas xucioma (FAMK , GABA) n eauvyun — Top-
Mozstumu. [yramar, HanpuMep, ornocpeyer GOJbITMHCTBO BO3OYKIAIONIUX CUTHAIOB
B MO3Te ITO3BOHOYHBIX.

Mbt y:xe o6Cyinin, Kak OTKPbIBAHME KATHOHHDIX KAHAJIOB JIETIOJISIPU3YET MeMOPaHy.
Ciietytoriie pacCysKaeHnst TTOMOTYT MOHATD BinsHue oTkpbiBanns Cl-kananos. Komren-
tparust Cl cHapysku KJIeTKr MHOTO Bbiie, yeM BHyTpu (cM. tabmuiy 11.1, crp. 1160),
HO MeMOpaHHbII TOTEHIINA TIPOTUBO/IEICTBYET BXOY XJopa. B camom zene, y Muorux
HeHPOHOB paBHOBeCHbIH moTeHTnasT 10 Cl 6IM30K K TIOTEHIHATY TTOKOS W Jaske Gosee
orpuratesiet. [Toatomy otkpeiBarme Cl-kanaioB 3a6yhepruBaeT MeMOPaHHBII TTOTEHITHAT,
[IPU JEHOJISIPU3ALIII MeMOPaHbI 60JIee OTPHULIATEIHO 3apsiKeHHbIe HOHbI Cl BXOIAT B K/IeT-
Ky ¥ TPOTHBO/IEHCTBYIOT Aenossipu3ani. Takum o6pasom, mipu oTkpeiBarin Cl-kanamnos
JIENoJISIpU3aliist MeMOPaHbI 1, CJIe0BATEIbHO, BO30Y:KIeHUEe KJIeTKH TpeOyeT GOJIbIIIX
yemmmii. OtkppiBanne K¥-kaHamioB mpuBOAUT K TaKOMY 3Ke addexTy. BiisHne TOKCHHOB,
GJIOKUPYIONINX PA0OTy 9TUX KAHAJIOB, OKA3AJI0 3HAYEeHIE TOPMO3SIINX HEWPOME/IMATOPOB:
CTPUXHIH, HAIIPUMED, 3 CUET CBI3bIBAHMS C PEIENTOPAMHI TININHA 1 OJIOKHPOBAHMS €70
TOPMOSSIIIETO JIECTBUST BbI3bIBAET MBIIIIEYHBIE CIIA3MbI, CY/IOPOTU U CMEPTb.

OnHako He BCs XMMHUYECKAsl CUTHAIU3AIUS B HEPBHOU CHCTEMeE JIEHCTBYET T10-
CPEJICTBOM MEe/IMATOP-3aBUCUMbBIX MOHHBIX KaHAJIOB. MHOTHE CUIHAJIbHBIE MOJIEKYJIbI,
CeKpeTHpyeMble HEPBHBIMU OKOHUYAHMSIMU, BKJIOYAs PAa3HOOOPA3HbIe HEWPOIENTH/IbI,
CBSI3BIBAIOTCS C PEIENTOPaMU, TOJbKO KOCBEHHO PETYJUPYIONMMU HOHHBIE KAHAJIBI.
Mbri opoGHO 06CYIMM ATH TaK Ha3bIBaeMble conpsikentole ¢ G-Oeakamu peyenmopol
U conpsizkenHvle ¢ hepmenmamu pevenmopv. B raase 15. Eciu curHammsais, oro-
cpeioBaHHast BO3OYKIAIOIMMU U TOPMO3SIIIUMU HEHPOMEIMaTOPAMU, CBSI3bIBAIOIIIUMUCS
C MeUaTOP-3aBIUCUMBbIMU MOHHBIMH KaHAJIAMM, IPOCTasg M ObICTPasi, TO CUTHAJIM3AIUST
JINTAH/IAMU, CBS3bIBAIONUMICS C PEIENTOpaMu, CONpsLKeHHbIMU ¢ G-OeaKkaMu W
(bepmenTaMu, npoucxoaUT MejieHHee U siBjsiercs: Gojiee CJOXKHON, a ee MOCJEeICTBUS
COXPAHSIOTCS JIOJIbIIIE.

11.3.13. AUeTUNXONNHOBbIE peLienTopbl B HEPBHO-MbILEYHbIX cOeAuHe-
HUAX NPeACTaBAAIOT cO60li MeAnaTop-3aBUCMMbIe KaTMOHHbIE KaHalbl

HaunGosiee n3ydeHHBIM TIPIMEPOM MEAMATOP-3aBUCHMBIX MOHHBIX KAHAJIOB SIBJISI-
eTCsl AUEMUAXOJUHOBBIL PeUenmop KJIETOK CKeJeTHBIX MBIMII]. JTOT KaHaJl BPEMEHHO
OTKPBIBAETCS AIIETHIXOJMHOM HEPBHOTO OKOHYAHMSI B HEPBHO-MBIIIEYHBIX CO€INHEHN-
SIX — CIeIUAIN3UPOBAHHBIX XUMUUECKUX CHHAIICAX MEK/Y JBUTATETbHBIM HEHPOHOM
1 KJIETKOI ckeseTHoi Mbimbl (puc. 11.36). D10oT cHHAIIC aKTUBHO U3YydYasid, TOTOMY
YTO OH JIETKO JIOCTYIEH /IS 37IeKTPO(U3NO0TOTNUECKUX FCCIe0BAHNI, B OTJIYNE OT CU-
HATICOB 1EHTPATBHON HEPBHOIl CUCTEMDI.

AlleTHIIXOJIMHOBBI pelenTop 3aHuMaeT 0co60e MeCTO B ICTOPUH HOHHBIX KaHAJIOB.
ITO NepBbIi OYNTIIEHHBIN HOHHBII KaHaI, JIJIsl HETO TIEPBOTO pacIidpoBaI aMHTHOKUCIIOT-
HYIO TIOCJIEZIOBATEBHOCTD, €T0 MEPBBIM TIOJHOCTBIO PEKOHCTPYUPOBAN B UCKYCCTBEHHDBIX
JIMIHAHBIX GUCTOSX U IS HETO HEePBOTO 3alNCAIN 3JIeKTPUYECKUIl CUTHAT OTAETbHOTO
OTKPBITOTO0 MOHHOTO KaHaja. Ero reH Tak:ke NepBbIM KJIOHHPOBATIN M CEKBEHUPOBAIN
1 €T0 TPEXMEPHYIO CTPYKTYPY TakKe paciin@poBai, XOTs I CO CKDOMHBIM Pa3perieHi-
eM. BbLo 1o Kpaiineii Mepe JiBe MPUYMHBI OBICTPOTO TIPOrpecca B OYUCTKE U ONUCAHIN
9TOTO pelenTopa. Bo-repBbix, 6OraTblii ICTOYHUK ATETUIXOJMHOBBIX PEIENTOPOB pac-
TIOJIOKEH B SJIEKTPUYECKUX OPraHaX 3JEKTPUYECKUX PbI6 U cKatoB (9T Oprambl Ipe/-
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Puc. 11.36. dneKTpoHHaA muKpodoTorpadpus MUENVHN3NPOBAHHbIV
HEPBHO-MbILLEYHOTO COeAMHEHMSA, nonyueH- DILIEHHAs KNETKa aKcoH Heps
HaA CKaHMPYIOLLIUM 3/1EKTPOHHbBIM MUKPOCKO-

NOM C ManeHbKMM yBennyeHuem. okasaHo

OKOHYaHMWE aKCOHA Ha K/IeTKe CKeNeTHOM MblLL-

upl. (M3 J.Desaki and Y.Uehara, J. Neurocytol.

10: 101-110, 1981. C ntobe3Horo paspeleHus

nsgatenbcrea Kluwer academic Publishers.)

CTaBJISAIOT cO601 MOMUITMPOBAHHbIE

MBIIIIIIBI, TPUCTIOCOOTEHHBIE [ITIST yIapa

n06bIur TokoM). Bo-BTOpbIX, ormpe-

JIeJIeHHbIe HeHpoToKcuHbl (Hampu-

Mep, o-OyHzaApOMOKCUH) B sijle He-

KOTOPBIX 3Mell ¢ BBICOKUM CPOJICTBOM o0 LIBAHHORCKOT L
(K,=10° mrpoB,/ Moib) 1 crierudm- KneTku OKOH4aHuA akcoHa — *
HOCTBIO CBSI3BIBAIOTCS C PEIENTOPOM,

U, CJIEJIOBATENBHO, UX MOXKHO UCTIOJB30BaTh B addunHoil xpoMaTorpadun JI7ist OUMCTKH
Geska. DIyopecIenTHBIN WM PAIMOAKTUBHOMEUEHbIN oi-GYHIapOTOKCUH TaK:Ke MOKHO
UCTIOJIB30BATD JIJIST JIOKATU3AIMN U TIO/ICUeTa alleTHIXOJUHOBBIX perenTtopos. Tak, wc-
CIIe/TOBATEHN TIOKA3AJTH, YTO PEIENTOPbI IIOTHO YITAKOBAHBI B TIJIA3MAaTUYECKON MeMOpaHe
MBIIIEYHBIX KJIETOK B HEPBHO-MBINIEUHBIX coenHeHnsaX (0Koso 20 ThICSY TaKUX Perier-
TOpPOB Ha MKM?). B apyrux mMecrax Toif ke MeMOGpaHbl UX 3HAYMTENBHO MeHbIIIE.

ATeTUTXOJIMHOBBIN PEIeNTOP CKETETHBIX MBI COCTOUT U3 MATH TPAHCMEMOPAHHBIX
MOJIUTIENTU/IOB, JIBYX OJHOTO THIA U TPEX PA3HBIX TUIOB, KOJAUPYIONINXCS YETHIPbMSI
pasubiMu reHaMu. [Toce10BaTeIbHOCTH 9TUX TEHOB OY€Hb CXOKH, YTO CBU/IETETHCTBY-
€T O TOM, 4TO OHU IBOJIOIHOHUPOBAJIN OT OJIHOTO MPeAKOBOro rena. Kask/apiit u3 aByx
O/IMHAKOBBIX MOJUTENTUIOB MTeHTaMepa BHOCUT BKJIQJL B OJMH U3 JBYX CAHTOB CBSI3bI-
BaHUs AlETUIXOINHA, PACTIONOKEHHBIX MeX/Iy cocefHuMu cyGbeaunninamu. Korma ase
MOJTEKYJIbI AIETHJIXOJINHA CBSI3bIBAIOTCS C TIEHTAMEPHBIM KOMILIEKCOM, MTPOUCXO/IUT €T0
KOH(MOPMAIMOHHAS TIEPECTPOoiiKa: 06pa3yIolye TTOpy CIUPAJIH MOBOPAYMBAIOTCSA U Ha-
PYIIAIOT KOJIBIIO THAPOGOOHBIX AMUHOKUCIOT, OJIOKUPYIONMX HOHHBIN TOK B 3aKPBITOM
cocrostnun. [Ipn CBSI3aHHOM JIMTaH/IEe KAHAJT BCE PABHO MEPEKIIOUAeTCs U3 OTKPBITOTO
COCTOSTHUSI B 3aKPBITOE, HO TETIEPb BEPOSITHOCTD €10 HAXOK/IEHUST B OTKPBITOM COCTOSTHUN
cocrasisier 90 %. ITO MPOIOJLKAETCS 10 TeX Top, MOKa crelnaibHbiii hepment (auye-
MUAXOUHICINEPA3A), PACTIOTIOKEHHDIN B HEPBHO-MBIIIEYHOM COEIHEHNN, He CHIKAET
KOHIIEHTPAIMIO AIleTUIXOJIHA JI0 TprueMyeMoro ypoBHs. [locie Toro kax perentop
OCBOGOIK/IAETCST OT CBSIBAHHOTO HEPOMEINATOPA, OH BO3BPAIIAETCS B COCTOSTHUE TTOKOSI.
Eciu anetnixomm B pesysibTate U30bITOUHOM HEPBHOW CTUMYJISIIIUU TPUCYTCTBYET TIPO-
JIOJKUTEJIbHOE BpeMsi, KaHau wHaktusupyercst (puc. 11.37).

O6ias dhopMa 1 BeposITHOE pACHOIOKeHne CyOGbhenHUI] alleTHIXOJINHOBOTO Pe-
IeNnTopa ONpe/Ie/ieHbl TIPU TIOMOIIH 3JeKTpoHHOiT Mukpockonuu (puc. 11.38). Ilarb
cyObemHIIT cO6pPaHbl B KOJIBIIO, 06pa3ysl 3aroJHEHHbI BOJON TpaHCMeMOPaHHBIH Ka-
HAJl — Y3KYIO MOPY 4epe3 JUITHIHbII OUCJIOH, — Ha 000MX KOHIAX PACIIAPSIONIYIOCs
B NPOXO/Ibl. Kitactepbl OTPUIATENBHO 3apsKEHHBIX aMHHOKHCIOT Ha 000MX KOHIAX
MOPBI CIOCOOCTBYIOT UCKIIOUEHNIO OTPHIATETBHO 3aPSIKEHHBIX HOHOB U TIPOXOK/IEHUTO
MOJIOKUTEBHO 3aPSKEHHBIX MOHOB, THaMeTp KOTopbix Menbiie 0,65 nM. HopmasbHbii
tpatcnopt cocrout u3 Na™ u K* u wexkoroporo kosmuectsa Ca?*. Takum o6pasoM, B OT-
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cBobogeH
/ 1 3aKpbIT

3aHST 1 3aKpbIT 3aHAT U OTKPbIT
(MHaKTMBMpOBaH)

Puc. 11.37. Tpu KoHPOpMaLUM aLEeTUIXOMHOBOTO peuenTtopa. CBA3bIBaHWE ABYX MOJIEKY aLETUIXONNHA
OTKPbIBAaET MeAMaTOP-3aBUCUMBbIN MOHHBIN KaHa. 3aTem, NoKa aLeTUAXO/IMH He TMAPON3YETCA, NOALEPHKM-
BAETCA BbICOKAA BEPOATHOCTb HAXOXKAEHWNA peLLenTopa B OTKPbITOM COCTOAHMM. [pY NOCTOAHHOM MPUCYTCTBUN
aLETUNXO/IMHA, OAHAKO, KaHAN MHAKTMBUPYETCA (TepAeT YyBCTBUTENbHOCTb). B HOpme aLeTUAXoNnH BbICTpo
TMAPONN3YETCA, M KaHAN 3aKPbIBAETCA NPUMEPHO Yepes 1 MUANCEKYHAY, 3340110 A0 3HAYMTENIbHON NoTEpU
YyBCTBUTENIbHOCTW, KOTOPasA B MPUCYTCTBMU ALLETUAXOMHA NPOUCXOAMUT NPUMEPHO Yepes 20 MUNIUCEKYHA.

JITYE OT MOTEHIHAT-3aBUCHMBIX KATHOHHBIX KAHAJIOB, HATIPIMED, PACCMOTPEHHBIX paHee
K*-kanasoB, 3/1eCb CEEKTUBHOCTD MO OTHOIIEHUIO K KaTnoHaM Maja. OTHOCHUTETbHBII
BKJIQJI PA3JIMYHBIX KATHOHOB B TOK Yepe3 KaHAJ 3aBUCHT B OCHOBHOM OT WX KOHI[EHTPA-
1M W 9JIEKTPOXUMUYECKHUX JIBIDKYIMX cuil. Korga MeMOpaHHBINA TMOTEHIHAT KJIETKN
CKeJIETHON MBIIIIIbI PABEH MOTEHITHAITY MOKOsI, CyMMapHast By as cusa st K paBna
HYJTIO, TaK KaK MPAJUEHT HANPSKEHUS HOYTH MOJHOCTBIO YPABHOBEIINBAET KOHI[EHTPA-
1monHbli rpasuent K yepes Mmem6pany (cm. npusioskenue 11.2, erp. 670). C apyroii
croponbl, /st Na® rpajiuenTsl HATIPSDKEHUST U KOHIEHTpaIn OyayT paGoTaTh B OJJHOM
HallpaBJIeHNM — B HalpasJeHuu BXxoja moHa B kjeTky. (To ske camoe CripaBeiuBo
qust Ca*, Ho BHeksieTouHast Konnenrpanus Ca>t Hactonpko Menbiie, yem Na*, uro Ca?*
JIaeT JIUIIb HeGOJIbINOM BKJIA/L B 0Ol BXOAAIMI 10TOK. ) TakuM 06pasoM, OTKpbIBaHUE
AIeTUIXOJMHOBBIX PENENTOPHBIX KAHAJIOB MPHUBOIUT K OOJBIIOMY CyMMapHOMY TOKY
Na* B kserky (MakcuMasbHast CKOPOCTb coCTaB/sieT 0Koo 30 ThICSY MOHOB Ha OJMH
KaHaJl B MIJUIMCEKYH/LY ). DTOT BXO/IAIINIT IOTOK BbI3bIBAET ACTIOJISIPU3AIINIO0 MEMOPAHBbI,
CUTHAJIU3UPYIONLYIO MBIIITIE O COKPAIIEHNH, YTO Mbl OOCY/INM HIKe.

11.3.14. Meaunatop-3aBNCMbIe MOHHbIE KaHaJibl ABNAIOTCA BaXKHbIMIN
MULLEHAMUN NCUXOTPONMHbIX IeKapCTB

VonHbIe KaHaJIbl, OTKPBIBAIOIINECS B OTBET Ha HEHPOMEIMATOPBI alleTUIXOJIH, CEPO-
tonnH, TAMK u rymiims, cocTosiT u3 CTPYKTYPHO CXOHBIX cyObeaunmil. [lo-Bugnmomy,
TpaHcMeMOPaHHBIE TTOPhI ATUX KAHAJIOB TaKyKe OPraHM30BaHbl MOX0KUM 06Pa30M, XOTsI OHH
U PasIMYaloTCs 10 CeludUIHOCTU CBSI3bIBAHKS HETPOMEINATOPOB U UOHHON CEJTEKTHB-
HOCTU. DTU KAHAJBI COCTOSAT U3 TOMOJIOTMYHBIX MOJUIENTUHBIX CyObeNHIIl, KOTOPbIE,
Cy/[IsI IO BCeMy, YIIaKOBBIBAIOTCSA B IEHTAMep, CXOIHDBIN € alleTUIXOIMHOBBIM PELEeIITOPOM.
[yramaT-3aBUCUMbIE MOHHBIE KAHAJIBI COJIEPIKAT JIPYTOe CEMENCTBO CYyOheIMHUIL, 1 CUU-
Taercs1, 4To OHM 00pas3yioT Terpamepbl, HanoMuHaomme Kf-kanamst (eM. HusKe).
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Y4acCTOK CBA3blBaHUA aLEeTUNXonmHa

y4acTok
CBA3bIBAHUA
auemnxonmi\ NUNUAHBIA
o oucrnon
- KaHWan
/ nopa

\ /
\ /
\ i
-f ] \
/ \
4 HM { )
S~ _-
LUNTO30J1b
a) 6) BOpOTa

Puc. 11.38. Mogenb CTPYKTYpbl aLeTU/IX0/IMHOBOro peuenTopa. (a) MAaTb roMonornyHbIX cybbeamHu, (a, o,
B, y, 6) 0bpasytoT TpaHCcMeMbpaHHyO BOAHYHO Nopy. [opa OKpy!KeHa KO/bLOM U3 NATU TPAaHCMeMBPaHHbIX
o-Cnvpasnei, no OA4HOM OT Kaxaon cybbeauHuLpl. [pesnonaraeTcs, 4To B 3aKPbITOM KOHPOPMALMK BXOZA, B NOPY
nperpaxaaerca ruapopobHbIMM GOKOBBIMM LEENAMU NATU NENLMHOB OT NATU O-CNMpanei, KoTopble 06pasytoT
BOPOTa BHAM3M cepeamHbl AMnuaHoro bucnon. OTpuuaTesibHO 3aparKeHHble HOKoBbIe Lienu Ha KOHLAaX nopbl
06ecneynBatoT NPOXOXKAEHNE Yepes KaHasl TO/IbKO NOOKUTENbHO 3apsAKeHHbIX MOHOB. (6) Obe a-cybbeanHULLbI
YYacTBYIOT B 06pa30oBaHUM caliTa CBA3bIBAHUA aLETUAXONNHA, PACNONOXKEHHOIO MeXAY coceiHUMM cybbe-
OMHULAMK; KOTAa aueTUIXONNH CBA3bIBAeTCA ¢ 060MMM caiTamu, KaHan npeTepneBaeT KOHPOPMALMOHHbIe
nepecTpomKM, 1 BOPOTa OTKPbIBAIOTCA, BO3MOMXKHO, 33 CHET NMOBOPOTA HAPYHKY CNMpPasiei C3aropakmBaoLLMmMm
nelumHamu. Ha pucyHKe CTPYKTYpbl (Crpasa) 4acTv KaHana, ABUMKYLLMECS B OTBET Ha CBA3bIBaHWe AuX 1 OT-
KpblBatoLLpe KaHan, noKasaHbl cuHum. (AgantuposaHo u3 N. Unwin, Cell 72 [Suppl.]: 31-41, 1993. C ntobe3Horo
paspelueHuns nsgatenbcrsa Elsevier.)

g Kaskoro Kjacca MeIuarop-3aBICHMBIX KaHAJIOB CYIIECTBYIOT aJbTePHATHB-
Hble (DOPMBI KQJKJIOTO THIA CYObe[nHuIl, JHOO KOAUPYyeMble Pa3HbIMKU TeHaMu, J0O0
obpasylorniecsa B pedyJsbTaTe ajbrepHatnBHOTO craificnara PHK omgmoro remnoro
npoaykTa. Cy6beInHuIbl cCOGUPAIOTCS B PA3HBIX KOMOWHAIIAX, YTO TPUBOIUT K Ha-
60py PasHOOGPA3HBIX TIOJTUTIOB KAHATIOB C PA3JIMYHBIM CPOJICTBOM K JIUTAH/LY, PA3HOIM
MTPOBO/JIMMOCTBIO KaHasa, OTJIMYAIONMMHUCS CKOPOCTSMHU OTKDPBIBAaHWA W 3aKPBIBAHNS
U PA3JIUIHON UyBCTBUTEIBHOCTBIO K JIEKAPCTBaM U TOKcHHaM. Hanpumep, B HefipoHax
MO3BOHOYHBIX AIlETHJIXOJIMH-3aBUCUMbIE€ MOHHbIE KAHAJIbI OTIMYAIOTCS OT KAHAJIOB MbI-
MIEYHBIX KJIETOK, TIOCKOJbKY OHM OOBIMHO 00pPas3yroTcs U3 JABYX CyObeIUHHUI] OJHOTO
THna u Tpex — apyroro. Ho cyiectByer 1o KpaiiHeii Mepe JI€BSITb TEHOB, KOAUPYIONINX
pasJIMyHble BEPCUU TIEPBOTO TUMA CYObEeMHUI] U HE MEHbIle TpeX — BTOporo. Jlajb-
Helfmee pasHoo6pasue co3faercs anbTepHaTUBHBIM ciiaiicuarom PHK. Iloarpymimbr
AleTIJIXOJIMH-YYBCTBUTEJIbHBIX HEHPOHOB, BBINOJHSIONIME pa3Hble (DYHKIIMU B MO3TE,
9KCIPECCUPYIOT PasjyHble KOMOMHAIIMU 3TUX CyObenuHuil. B mpunimne, 3to yxke
caMo 1o cebe TIO3BOJIsIeT pa3padarbiBaTh JEKAPCTBA, HAIIPABJIEHHBIE HA CTPOTO OIpejIe-
JIEHHbIE y3KH€e TPYIIbl HEMPOHOB WM CHHAICOB U BO3/EHCTBYIONINE, TaKUM 00pa3oM,
Ha KOHKpeTHble (pyHKIMu Mo3ra. Ha npakTuke B 5TOM HANPaBJIEHUH YK€ JOCTUTHYTbHI
HEKOTOPBIE Pe3yJIbTaThI.
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B camom jienie, Meinatop-3aBUCUMbIE HOHHBIE KAHAbI YIKe TPOJIOJIKUTETBHOE BPEMSI
SIBJISIIOTCS] BAKHBIMU MUIIEHSMY JIEKApCTB. XUPYPr, HAIIPUMED, MOJKET HA BPEMSI Ollepa-
LU PACCTA0UTh MBIIIIbI TAIIUEHTA MyTeM OJIOKUPOBKU AlleTUIXOJUHOBBIX PEIENTOPOB
KJIETOK CKeJIETHBIX MBIIII] BEIIECTBOM KYpdpe, JEKAPCTBOM, TTONydaeMbIM U3 PACTEHU:,
KOTOPOE UCXO/IHO UCIOIb30BAIOCH I03KHOAMEPUKAHCKUMU UHJIEUIIAMU [IJIST U3TOTOBJIECHMS
OTPaBJIEHHBIX CTPEJ. DONBHIMHCTBO JIEKAPCTB, MPUMEHSEMbIX [IJIsl Je4eHrs] GeCCOHHU-
11bI, TPEBOJKHOCTH, JIENPeccuu 1 Mmu30odpeHnn, Bo3/IeiCTBYeT Ha XUMUYECKUE CHHATICHI
U MHOTHE U3 HUX CBSI3IBAIOT Me/[MaTOP-3aBUCUMbIE MOHHBbIE KaHasibl. Hampumep, takue
6apOuTyparbl U TPAHKBUJIM3ATOPbI, Kak Bamuym u JIMOpuyM, CBSI3BIBAIOT PEIENTOPbI
F'AMK, ycunmBast ee Topmo3siiee aeiictBue. VIX meficTBre 3aKII0UAETCS B TOM, YTO OHI
MO3BOJIATOT GOJilee HU3KUM KOHIEHTpAIMsAM HelipoMeratopa oTKpbiBaTh Cl-kanasbr.
Ha noByio MoJieKyIsipHyi0 GUOJIOTHIO HOHHBIX KAHAJIOB, OTKPBIBAIOILYIO UX Pa3HOOOpa-
31€e U CTPYKTYPHbBIE CBOMCTBA, BO3JIATA€TCsI HAJEXKA 10 CO3/[aHII0 HOBOTO OKOJIEHMSI
[ICUXOTPOIIHBIX JIEKAPCTB, KOTOpoe OyJeT jieficTBoBath elie GoJiee CEJeKTUBHO It U3-
GaBJieHUsT MUJLJTUOHOB JIOJIEN OT JyIIEBHBIX 3a00/1€BaHuUil.

[ToMuMO MOHHBIX KaHAJOB, APyTHe KOMIOHEHTbI alrapara CUHANTUYECKON CUTHA-
JIM3AIUU SIBJISIIOTCS TIOTEHIIUAIbHBIMU MUIIEHSIMU JIJISI ICHXOTPOITHbIX JieKapceTB. Kak or-
MeUeHO BBIIIIE, TI0C/Ie BBICBOOOK/IEHUST B CUHANITHYECKYIO 11eJIb MHOTUE HEWPOMEIUATOPbI
YAQJISIIOTCST 32 CUYET MeXaHU3MOB 0OpAaTHOro 3axBara, onocpejnyeMbix Nat-3aBucuMbIMu
TpaHcroprepamu. Muru6upoBatme Takux rmepeHoCInKOB YBEUUUBAET [IPO/IOJIKUTEBHOCTD
JIEViCTBUST MeInaTopa U, TakuM o6pa3oM, YCUJIMBAET CHHANTHYECKYIO Tiepeaady. Muorue
AHTHUJIETIPECCAHTDI, BKJIIOYast, HanpuMep, [Iposak, mHruGupyior o6paTHbIii 3aXBatT CEPOTO-
HUHA; JPYyrue UHruGupyioT oOpaTHbI 3aXBaT KAK CEPOTOHUHA, TaK U HOPAJAPEHAIMHA.

Womnnble Kanasbl ABAsiOTCs (PyHIAMEHTATBHBIMU MOJIEKYJISIPHBIMU KOMIIOHEHTAMHU,
13 KOTOPBIX CTPOSITCSI HEHPOHHbBIE MEXAHU3MbI JIJisi CUTHAIM3AINN U aHaIn3a nHhOopMa-
1. YtoObl JaTh NPEACTaBIEHIE O CAOKHOCTH (DYHKIUI 9THUX MEXaHHU3MOB, Mbl pac-
CMOTPUM HECKOJIBKO ITPUMEPOB TOTO, KaK TPYIIIIbI HOHHBIX KAHAJIOB CIAKEHHO PaboTaioT
B CHHAITHYECKOM KOHTAKTE MEK/Y JIEKTPUYECKU BO30YAUMbBIMU KJIETKAMHU.

11.3.15. HepBHO-MbIlWIeYHaA Nepegava CMrHana BK/oyvaer B cebs nocne-
AOBaTe/IbHYI0 aKTUBaLMIO NATU Pa3/InyHbIX HA6OPOB NOHHbIX KaHasNoB

CJieyionmiii mporecc, Bo BpPeMsi KOTOPOTO HEPBHbIII MMITYJIbC BbI3BIBAET COKPA-
TIeHNe MBIIEYHON KJIETKN, WUTIOCTPUPYET 3HAUYCHNEe NOHHBIX KaHAJOB B 9JIEKTPUUYECKI
BO30YIMMBIX KjleTKaX. TaKkoil, kazauoch Gbl, IPOCTOIT OTBET TPeOYeT MOC/IEe0BATENBbHOIM
aKTUBAI[NY 10 KpaiHell Mepe TISATH PasinmyHbIX HAGOPOB MOHHBIX KaHAJIOB B TeUeHHe
HecKombKHuX Muumcekynz (puc. 11.39).

1. TIporecc HAYMHAETCS ¢ TOTO, YTO HEPBHBIN UMITYJIbC JOCTHTAET HEPBHOTO OKOH-
YaHs 1 JIETIOJISIPU3YET €T0 TUIa3MaTHIecKyto MeMOpany. /lenosisipusaiius ObICTPO OTKPBI-
Baer norexiuaa-zapucumbie Ca>*-kanaubl o910l MeMOpanbl. [T0CKOIbKY KOHI[EHTPAI[US
Ca?" cnapyxn Gomee yem B 1000 pa3 mpesbimaer KoHHeHTpanmio csobognoro Ca?*
BHyTpH KJaeTkn, Ca?" BXOAUT B HEpPBHOE OKOHYaHHWe. YBemdenne Konnenrparnun Cat
B IIUTO30JI€ HEPBHOTO OKOHYAHMUST 3aITyCKAET JIOKATbHOE BBICBOOOK/IEHNE AIIETUIXOTNHA
B CHHAITHYECKYIO IIEJb.

2. BICBOGOKIEHHBIN ATETHIIXOINH CBI3BIBAETCS C AllETIIXOJTMHOBBIMU PEIENTOPa-
MI TIJIa3MaTHYeCKON MeMOPaHbl MBIIEYHON KJIETKH U BPEMEHHO OTKPBIBAET CBSA3AHHbBIC
C pelentopaMi KatronHble Kanasbl. [locremyionmii Bxox Na* BbI3biBaeT JOKaIbHYIO
JIETIONISIPU3AITIIO MEMOPAHDI.
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HEPBHO-MbILUEYHOE COEAVHEHME B MOKOE HEPBHO-MbILUEYHOE COEAVHEHME MPY AKTUBALIN
HEpPBHbIN
_— HepBHOE OKOHYaHue UMMYNbC
aUEeTUNxXonuH
/ ( Caz*
ALETUNXOMNH- MNOTEHLIMAN- ﬁ
SABMCHIMBIV —— 3ABUCUMBII \
KATUOHHbI KAHAT o 2 L
KAHAT Ca 4
MOTEHUWA-— 7 3\
3ABVCUMBII Nat
KAHAT Na+ } 5

Na* f Ca®

2+ Y
capkonnasamaTtnyeckui nnasmarmyeckas Ca™-3ABNCUMBIN o
peTuKynym MembpaHa KAHA BbICBOBOXXOEHWA Ca

MbILLEYHOW KINETKU

Puc. 11.39. CucTema MOHHBIX KQHA/I0B B HEPBHO-MbILIEYHOM OKOHYAHUU. TN MOHHbIE KaHa /bl HEOBXO4UMbI
ANA CTUMYNALMU MbILLEYHOTO COKPALLEHUA HEPBHBIM MMMYAbCOM. KaHaibl NPOHYMEPOBaHbI B NMOPAAKE MX
AKTMBALWMK, KaK OMMCAHO B TEKCTE.

3. Jlokasbhast Aenospu3alus Ia3MaTUIeCKOl MeMOPaHbl MbIIIEYHON KJIETKU
OTKPBIBAET B 9TOI MeMOpaHe 1oTeHina-3apucuMbie Nat-KaHasibl, 4To IPUBOJNT K JIAJTb-
ueiiiiemy Bxozy Nat u etite Gosibliieit fernosisipusaiii. IT0, B CBOIO OUEPE]ib, OTKPbIBAET
coce/iHIe ToTeHIMaI-3aBrcuMbie Na-KaHasbl ¥ BbI3bIBAET CIIOHTAHHO PACIPOCTPAHSIIO-
ugytocs genoaspusanmio (moTeHIman AeicTBus), KOTOpasi OXBaTbIBAET BCIO ILIa3MaTh-
yeckyro MeMOpany (cm. puc. 11.30).

4. OO6Iast AernoJisipusaiis 1ia3MaTiieckoil MeMOpaHbl MbIIIEYHON KJETKU aKTU-
BupyeT norennuai-sapucumple Ca?*-kananpl B onpeaenenupix obmacrsax (T-rpy6oukax,
paccMaTpuBaeMbIX B raBe 16) 910l MeMOpaHBbI.

5. D10, B CBOIO OY€PE/Ib, BBI3bIBAET BpeMeHHOEe OTKpbiBaHne Ca -3aBUCHMbIX KaHa-
7106 6b1c6000:x0etust Ca®* B IIPUIEraioNeM yyacTke MeMOPaHbl CAPKOILIA3MATHYECKOTO
perukyayma (CP). B pesysbrare xpausumiics B CP kaubluii BBIXOAUT B 1UTO30JIb.
Mem6patibt T-rpy6ouek u CP cMbIKAIOTCS, YTO IPUBOJUT K OObEUHEHUIO JBYX THUIIOB
KaJIbI[EBbIX KAHATOB B CIELUATU3UPOBaHHYIO0 CTPYKTYpy (eM. puc. 16.77). Vmenno
BHE3AITHOE YBeIMYeHNe KOHIEHTPAIUI IUTOIIasMaTndeckoro Ca®t BbI3bIBaeT COKpaleHue
MUODUOPUJLIT B MBIIIEYHBIX KJETKAX.

AXTHUBAITIS MBIIIIEYHOTO COKPAIIEHNS TBUTATETbHBIM HEHPOHOM SABJISETCS CJIOKHBIM
[IPOIIECCOM, HO, KaK Mbl Celvac yBU/IMM, B3aUMO/IEICTBIE HOHHBIX KAHAJIOB, HEOOXO/IH-
MO€ JIJIsl HHTErPalui HeHPOHOM GOJIBIIIOrO KOJMYECTBA BXO/SIIIX CUTHAJIOB B CUHAIICAX
U BBIYMCJICHIST COOTBETCTBYIOIIETO BBIXOHOTO CUTHAJIA, eIlle CIOKHEe.

11.3.16. OTpenbHble HeMPOHbI — 3TO CJZI0XKHbIe BblUMNCANTENIbHbIE
npu6opbl

B nenTpanbHOii HEPBHOU cucTeMe eJIMHCTBEHHbIN HEePOH MOXKeT IPUHUMATh CUT-
HAJIBI OT TBICSY JAPYTUX HEHPOHOB U, B CBOIO OYepPeb, 0OPA30BLIBATH CHHATICHI C THICS-

YaMMu APYTrux KJETOK. HaHpI/IMep, Ha CPEeAHECTATUCTUYECKOM /[IBUTATEJIbHOM HeﬁpOHe
CIIMHHOTO MO3Ta HECKOJIbKO TbICAY HEPBHbIX OKOHYAHMIT CO31aI0T CHHAIIChI; €ro TeJIO
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KJIETKN 1 JA€HPHUTHI IIOYTH MOJHOCTBIO MMU HOKPbITHI (puc. 11.40). Hexoropbie n3 aTnx
CUHATICOB TI€PEIAI0T CUTHAJIBI OT TOJIOBHOTO MO3TA B CHIMHHOI; APyTHEe HECYT CEHCOPHYTO
uHMOPMAIIUIO OT MBI UK KOKU. /|BUTaTeIbHbII HEHPOH JI0/3KeH 00beIUHSITD CUTHAJIBI
OT BCEX HTUX MCTOYHUKOB U OTBEYATh HA HUX, JIKOO MOCBLIAS TOTEHIUAbI JIEHCTBUS
110 aKCOHY, JIMOO OCTaBASICh B TIOKOE.

Oty cuHarchbl HefipoHa BO30Yy K/IaI0T ero, Jpyrue — topMosst. HelipomenuaTop,
BBICBOOOK/IEHHDBIN B BO30Y K/IAIOIIEM CUHATICE, BbI3bIBAET HEOOJIBINYIO JIETOSPU3AIIUIO
HOCTCHHANTHYECKOIT MeMOPaHbI, HOCAIILYIO Ha3BaHUeE 8030y KAA0UE20 NOCMCUHANMUYE-
cx0z0 nomenyuana (excitatory PSP, EPSP), Torna Kak HelipoMeanaTop, BbICBOOOK-
JIEHHDBII B TOPMO3SIIIEM CUHAIICE, OOBIYHO BbI3bIBAET HEOOJbIIYIO THIEPIIOJISIPU3AIUIO,
HOCSIIILYI0 Ha3BaHUE MOPMO3HO2Z0 NOCMcunanmuyeckozo nomenyuana (inhibitory PSP,
IPSP). MemGpana IE€HAPUTOB M Tesa KJIETKH GOJBIIMHCTBA HEHPOHOB COAEPIKUT OT-
HOCHUTEJIbHO HEGOJIbIOE KOJIUYECTBO MOTeHIaI-3aBUCUMbIX Na'-KaHanoB, u oOT/iesb-
noro EPSP o6b1uHO HeA0CTaTOuHO /ISt 3aiycKa rorenimana jeiictsusi. Bmecro aroro,
KaK/JIBIIl BXOMAIIII CUTHAJ OTpaskaeTcsi B JIOKaJbHOM PSP omnpesesieHHON BeJIMIIHDI,
KOTOPbIIl YMEHBIIAETCS ¢ paccTosinueM ot cunarica. Eciu B oiHy 061acTh JA€HIPUTHOTO
JlepeBa OJIHOBPEMEHHO MTPUXO/ISIT CUTHAJIBI OT HECKOJIbKUX cuHaricoB, oOuwmii PSP 6yner
pUOU3UTENILHO paBeH cyMMe otesbibix PSP, nipuuem [PSP Gynyt BHocuTb oTpuiia-
TEeJIbHBIN BKJIAJ B 00lee u3MeHeHue mnoreriuaia. PSP or KaK/0ro yuyactka macCuBHO
PacIpoCTpaHsAIOTCA U CAUBAIOTCA B Tesie kjaeTku. 1Ipu ganbHomelcTByolel nepenaye
o6mas BennunHa PSP nepeBoguTest, wi kodupyemcs, B 4acmomy TeHepaiiy noTeH-

OeHapuThl
0,1 Mm

OeHapuT
npecuHanTnyeckne /
OKOHYaHust .

HavanbHbIN

y4acTok MuennHoBsasa

" obornouka
aKCOH

a) 6)

Puc. 11.40. Teno gsuratenbHOro HeMPOHa CNIMHHOTO MO3ra. (a) Ha KeToYHOM Tene U AeHAPUTE PacronararoTca
ThICAYM CMHAMNCOB HEPBHbIX OKOHYAHWIA. OHM AOCTABAAIOT CUTHA/bI OT APYTMX YACTeN OPraHU3Ma U PerynpyoT
reHepauuio NoTeHLManoB AENCTBUA BAOb €AMHCTBEHHOTO aKCOHA 3TOW KPYNHOM KneTku. (6) MukpodoTto-
rpaduvs Tena u AeHAPUTOB HEPBHOM KNETKM, OKPALIEHHOM GlyOPECLEHTHBIM AaHTUTENIOM, Y3HAOLWMM 6en10K
unToCKeneTa (3es1eHsbll). ThicAYM OKOHYAHWI aKCOHOB (KPAcHbIE) OT APYrMX HEPBHbLIX KNETOK (He nokasaHbl)
06pasytoT CMHAMNChI HA TeNe KNeTKU U AeHAPUTAX; OHW OKpaLLeHbl GNyOPeCLEHTHbIM aHTUTENIOM, Y3HAOLLUM
6e/10K CUHaNTUYECKMX Ny3blpbKOB. (6, ¢ NtobesHoro paspewwenmns Olaf Mundigl u Pietro de Camilli.)
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manos aeiicteust (puc. 11.41). Takas KoAMPOBKa HOCTUIAETCs 3a CYET CHELUATBHOTO
Habopa MOHHBIX KAHAJIOB, B GOJIBIIOM KOJMYECTBE MPUCYTCTBYIONIUX B IIPUJIETAIONIEM
K TeJIy KJETKA OCHOBAHUU aKCOHA, OOJIACTH, U3BECTHOM KAaK HAUALHBIU CEZMEHM, W
axconnvii xoamux (cm. puc. 11.40).

11.3.17. O6paboTKa nHPopmaLun HelMpOHOM TpebyeT No KpanHen
mepe Tpex TunoB K*-kaHanos

MBI BUIeTH, YTO MHTEHCUBHOCTD CTUMYJISIINN HEWPOHA IEPEKOAMPYETCS B JATHHO-
JIEHCTBYIONIYIO Tlepe/iady Yepe3 YacTOTy TeHEpUPYEMbIX HEIIPOHOM MOTEHITIAJIOB JIEHCTBUS:
yeM CUJIbHee CTUMYJIAINS, TeM BbIIIe YacTOTa TOTEHIHAIoB JeiicTBus. lloTeHtmanbt
JIEVICTBYSI 3aIlyCKAIOTCSI B aKCOHHOM XOJIMHKE, YHUKAJIbHON 06JACTH KaXKI0ro Hepo-
Ha, o6oTaIleHHoi moTeHImai-3apucuMbiMi Na*-kanamamu. Ho 11 BbImoTHEHNS CBOeit
GYHKIINN KOAMPOBAHUS MeMOpaHa aKCOHHOTO XOJMUKA TaKyKe COMEPKUT MO KpaiHei
Mepe YeTbipe JAPYTUX KJIacca HOHHBIX KAaHAJIOB — TPHU CeJeKTUBHBIX 110 K u ouH cesek-
tusHbii 10 Ca?*. Tpu Buga K'-kananos 06/1a1a10T Pa3/IMuHbIMU CBORCTBAMU; MbI Gy1eM
Ha3bIBaTh UX MeOAeHHbIMU, OGoicmpuinu 1 Ca’T-3a6UCUMBIMU KAUEBHIMU KAHAIAMUL.

Yro6bl HMOHSTH, 3a4eM HeOOXO[UMO HECKOJbKO BU/IOB KAHAJIOB, CHaYajla PacCMO-
TPUM, YTO CJAYIHJIOCH Obl, €cyii Obl €IMHCTBEHHBIMU MOTEHI[HAI-3aBUCUMbIMU HOHHBIMU
KaHaJlaMd B HEPBHOI Kjerke Obuim Na'-kanasibl. Eciyu cuHaAnTHYeCKast CTUMYJISIIHS
HaXOJUTCA HIKE OIMpeIeTeHHOrO MOPOTOBOTO YPOBHS, TO BBI3BIBAEMOI €10 JEMOJISpH-
3arun MeMOpaHbl aKCOHHOTO XOJIMUKA OyJIET HEIOCTATOYHO Il 3allyCKa MOTEHIHaIa
netictBus. [1pu mocTemeHHOM YBEJTMIEHNT CTUMYJIAIINH TIOPOT GYET TIPEOI0JIEH, OTKPO-
forcst Nat-kaHasibl 1 IpomM30iiieT reHepalius oteHimana aeiicteusi. [lorermma eiicTBust
OyzieT TepMUHUPOBAH, Kak 00bIuHO, nHaKkTuBalmeil Nat-kananos. [lo Toro Kak cMoxer
ObITH TIOCJIAH CJEAYIOIINI MOTEHIAI JIEHCTBISI, 3TH KAaHAJIbI JOJSKHBI BOCCTAHOBUTHCSI
nocsie nHaktuBaruu. Ho [/t 3Toro norpedyercst Bo3BpaiiieHine MeMOPaHHOTO TIOTEHITHATA
KOYEHb OTPUIATETHHOMY 3HAUEHUIO, YeTO He TIPOU30H/IET TPH TPOI0/KUTENHHOM CHJIBHOM
nenonapusyomem crumyae (or PSP). Takum o6pa3zoM, HEOGXOANM IONOJHUTEIbHBII
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Puc. 11.41. BeanumHa cymMapHOro NOCTCMHaNTMYECKOoro noteHuuana (PSP) oTpaykaeTca B YacToTe reHepaumm
noTeHUManos aeiicteuaA. Korga nociefoBaTtesibHble NOTEHLLMAsbI AENCTBUA JOCTUIAIOT O4HOTO CMHANCA, KaXKabIv
co3faBaemblii UMM PSP cymmumpyeTca ¢ npeablayLmm, 4To NpuBoguT K 6onblemy obuemy PSP. CpaBHeHue (a)
1 (6) NoKasbIBaeT, KaK YBENNMUYMBAETCA YACTOTa reHepaLmn NoTeHLMana AeNCTBUA aKCOHOM NpY yBEANYEHUU
cymmapHoro PSP. Ha (B) nokasaHo obLyee COOTHOLLIEHME.
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THIT KAHAJIOB, KOTOPbII CMOT Obl PETIOJIIPU30BATD MEMOPAHY TIOCJIE KA3K/I0TO TOTEHIHAIA
JIefiCTBUSA U TIOJATOTOBUTD ee /I lajibHeileil reHepaiiu UMITyJIbCOB.

Kax MbI Buziem panbiiie, TIpU pacIipOCTPAHEHNH TTOTEHITHAIA JEHCTBUS 9Ty (DYHKITHIO
BbIOIHSIOT Meaaennbie K+-kanassi (cM. crp. 677(1164)). Oun noreHnma -3aBUCHMBbI,
Ho Gyiaroziapsi cBoeit 6GoJiee MeJIJIEHHOI KUHETHKE OTKPBIBAIOTCS TOJIbKO BO BpeMsi (pasbl
PEeroISIpI3aliny OTeHInaIa AeicTBrst, Korma Na'-kaHaipl HeaKTUBHBI. VIX OTKpbIBa-
Hue npuBoAuT K Bbixoay K' u3 kierku, uyto Bo3BpaiaeT MeMOpaHy K PaBHOBECHOMY
noreniany o K*, koropelii HacTo/ibko orpuiiartesex, uto Na“-Kanajibl ObICTPO BOC-
CTaHABJIMBAIOTCS M3 MHAKTUBUPOBAHHOIO COCTOSTHUS. Perosistpusaliiss MeMOpaHbl TaKiKe
3aKpbIBaeT MejieHHbie KY-kaHasbl. AKCOHHBII XOJIMUK BO3BPAIIAETCSI B UCXOIHOE CO-
CTOSTHUE, U IETIOISPUBYIONINN CTUMYJI OT CUHATICOB MOKET 3aITyCTUTD HOBBIN TIOTEHITHA
netictBusi. Takum 06pa3oM, HOCTOSTHHAS CTUMYJISIIIUST IEH/IPUTOB U T€JIa KJIETKH TIPUBOIUT
K TIOBTOPHOU TeHeparuu MoTeHInaaa JeCcTBHS.

OHaKO TOJBKO MMOBTOPHO TeHepariy MOTeHITHAIa JeHCTBHS HefocTaTtouHo. YactoTta
TeHepaIi JO/KHA COOTBETCTBOBATD MHTEHCUBHOCTH CTUMYJIAIINH, W TPOCTasg CUCTEMA
Na*-kananoB u Megmennbix K -kanamoB HegocTatouHa 1J1s pelienns aToit 3aqaun. Hiske
OIIPE/IE/IEHHOTO YPOBHS MOCTOSIHHON CTUMYJISIIIN KJIETKA COBCEM He Oy/IeT TeHEPHPOBATh
CUTHAJIBI; BBIIIE 9TOTO MOPOra OHA Oy/IeT OTPBIBUCTO «BBICTPEJUBATbY C OTHOCUTEHHO
6oJ1bI1I01i cCKOpOCThIO. BeicTpbie KT -kanabl petnator aTy pobaemy. OHE TOKe SBISIOTCS
MOTEHI[UA/I-3aBUCUMBIMI U OTKPBIBAIOTCS, KOrja MeMOpana jenossipusyercs. Ouu 06-
JIAZIATOT CTIeTM(IIeCcKOi YyBCTBUTEIBHOCTDIO K MMOTEHITNATY I KUHETUKON MHAKTUBAIIAN,
KOTOpas HAIpaBJeHAa HA YMEHbINEHWE YaCTOTHI MOTEHITNAIOB AEWCTBUS TIPU CTUMYJIS-
1Y, HE3HAYUTEIBHO TIPEBLIIIAIONIEN IOPOT FeHepalui UMITyJibca. TakuM 06pa3oM, OHU
yOUPAIOT HECOOTBETCTBUE B COOTHOIIEHUH MEK/Y CKOPOCTBIO TE€HEPAIUU TIOTEHIIUAIOB
JIEHICTBIS ¥ MHTEHCUBHOCTBIO CTUMYJISAIINN. B pesyabTaTe 4acTOTa UMITYJIbCOB B IMTPOKITX
npejenax MporopIUOHaIbHA CUle Aenoasapusyiomero crumyia (em. puc. 11.41, ).

[Ipottecc kKOMPOBKU OOBIYHO MOIYIUPYETCSI €I1IE IBYMSI TUIIAMI MOHHBIX KAHAJIOB aK-
COHHOT'O XOJIMHUKA, 2 UMEHHO noTeHIa-3asucuMpiMu Ca?tkanamamu 1 Ca2t-3aBucuMbIMu
K*-xamamamu. Vx coBMecTHOe JieficTBIE HAIPaBJe€HO Ha CHIDKEHHE OTBETa KJIETKH Ha
HENM3MEHHYIO TTPOIO/LKUTENbHYI0 CTUMYJISAIINIO; 9TOT MPOIleCC HA3bIBAETCS aJaNTanueii.
It Ca®*-kanasnl cxoaunl ¢ Caf-KaHazaMu, ONMOCPEAYIOMIMME BBICBOGOK/IEHNE HEpo-
MeimaTopa U3 TPeCHHANTHYECKOTO OKOHYAHMS aKCOHA; OHM OTKPBIBAIOTCS TIPH T€HEPAITAN
HnoTeHIMaa AefcTBus, BpeMeHHO mo3Bosasas Ca?" BXOANTD B aKCOHHBINA XOJIMUK.

Ca2*-zapucumblie K*-kanajib1 cTpyKTypHO 1 (DyHKIIMOHAIBHO OTJIMYAIOTCS OT BCEX
OTIMCAHHBIX paHee TUTOB KaHAMOB. OHM OTKPBIBAIOTCS B OTBET Ha yBeJMUEHWE KOH-
nenrpaipn Ca?" Ha IUTOIIA3MATHYECKON MOBEPXHOCTH MeMOPAHbl HEPBHOM KJIETKH.
[IpenmonoskmM, 9TO MBI TTPOJO/LKUTENHLHOE BPEMSI HAJaraeM CUJIbHBIN ETOSIPU3YIO-
W CTUMYJI, 3alycKasd [JINHHYIO IeTIOYKY MOTeHIHAIOB JeiicTBusa. Kaxaplit moTeH-
1uas JeCTBUA BBI3bIBAET KpaTKuii BXoA B KaeTky Ca’' uepes HOTeHIMAI-3aBUCHMbIE
Ca?*-kananbl. B pesysbrare BHyTpukerounas konnenrparims Ca?t mocrenenno pacrer
U B OTIpe/IeJIEHHBIN MOMEHT BPEMEHNU JOCTUTAET YPOBHS, JOCTATOYHOTO /IJIST OTKPBIBAHUS
Ca?*-saBucumpix K*-kananos. YBeanueHue nponuiaeMoctu no K mpusoaur K toMmy,
4TO MEMOPAHY CTAHOBUTCS CJIOXKHEE JIETIONISIPU30BATD, U B PE3YJIbTaTe YBEJIMINBAETCS 3a-
JIePIKKA MEK/TY TIOC/Ie/[OBAaTeIbHBIMU MOTeHIaaMu jgeiictBust. Takum o6pa3oM, HelpoH,
HaXOATIUIICA IO/ AeWCTBUEM TTPOIOLKUTEBHON CTUMY TSN, TIOCTETIEHHO CTAHOBUTCS
MeHee UyBCTBUTEJbHBIM K TIOCTOSTHHOMY CTUMYJTY.

Takoro poza aganTaIms, KOTOpas TaKyKe MOKeT TIPONCXOUTD TIOCPECTBOM IPYTIX
MEXaHU3MOB, T03BOJISIeT HEPOHY U BCell HEPBHOI cucTeMe TOHKO pearupoBarb Ha U3-
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MeHeHUsl layKke TIPU BBICOKOM (DOHOBOM YPOBHE MOCTOSIHHON CTUMYJISIIIUU. IJTO OJHA
U3 CTpareruii, KOTopasi MOMOraeT HaM, HalPUMeP, 4yBCTBOBATH JIEFKOE IPUKOCHOBEHME
K IJIedy ¥ [IPH 3TOM MUTHOPUPOBATH MMOCTOSIHHOE JIABJIEHUE Halliell o/iesk/ibl. Mbl 6oJiee
noApoGHO 00CYIUM AJIANITAIIUIO KaK 001iee CBONCTBO TIPOIECCOB KJIETOUHOW CUTHAIN3A-
uuu B riaase 1.

Jlpyrie HelipoHbI TPOM3BOJISAT JPYTHE BbIYMCIEHUS, Pearupysi Ha CHHANTHYECKHE
CTUMYJIbl MUPHAJIAMU CIIOCOO0B. DTO OTPAYKAET PA3JIMYHOE COUYETAHUE [PE/ICTABUTEEN
Pa3HOOOPA3HBIX CEMEICTB MOHHBIX KAHAJIOB B X MeMOpaHax. B uejoBeueckoM reHOMe
COJIEPIKUTCSI HECKOJIBKO COTEH TEHOB, KOJAMPYIOIIUX MOHHbIE KaHaibl, ¥ u3 Hux 150
KOJIMPYIOT TOJIbKO IMOTEHI[A/-3aBUCUMble KaHasbl. /lajibHeliliee yCcaoKHEHUEe TIPOUC-
XOJUT 3a cuer ajabrepHatuBHoro civaiicuira PHK u c6opku kaHaioB U3 pasimyHbIxX
KOMOMHAIUE OTJHYAIONMXCS JAPYT OT Apyra cyObeaunuil. MHOXeCTBEHHOCTb HOHHBIX
KaHAJIOB TI03BOJISIET CYIIECTBOBATD PA3JIMYHBIM TUIIAM HEWPOHOB, AJIEKTPHUYECKOE TIOBE-
JIeHUe KOTOPbIX ClielnpuiecKy HACTPOEHO Ha BBIMOJIHEHKE OPe/IeIeHHOM (DyHKINH.

OO0 13 HanboJiee BaXKHbIX CBOUCTB HEPBHOIN CUCTEMBI — €€ CIIOCOOHOCTD YUUThCS
U 3aIIOMUHATh, KOTOPAs B 3HAYNTEIBHOI CTEIEHN 3aBUCUT OT JOJITOBPEMEHHBIX N3MEHEHHI
B OIIPE/IEJIEHHBIX CUHAINCAX. MbI 3aKOHYNM 3TY TJIABY PACCMOTPEHUEM YIMBUTEIHLHOTO TUTIA
MOHHBIX KAHAJIOB, KOTOPbIH, [0-BUIUMOMY, UTPAaeT 0cOGYIO0 POJIib B HEKOTOPBIX (popMax
oOyuenusi u namsatu. OH pacnosaraercsi BO MHOIMMX CHHAICAX IEHTPAJIbHON HePBHOM
CHCTEMbI U YIIPABJISIETCS] KAK TIOTEHIUATIOM, TaK U BO30YK/IAIONUM HElpOMeMaTopoM
rayramaroM. OH TakKe SBJSIeTCS] MUIIEHBIO ICUXOTPOITHOTO HAPKOTHKA (DEIUKJIIINHA,
WA <aHTeJIbCKON IIBLIN».

11.3.18. [lonroppemeHHaA NoTeHUMaLA rMnnoKammna MaeKonnTaroLmx
3aBucuTt ot Bxofa Ca%* yepes NMDA-peuenTopbl

[TpakTiueckn Bce >KUBOTHBIE CIIOCOOHBI K OOYyYEHHIO, HO MJEKONuTaiomme o6y-
YaloTCs yAMBUTENLHO Xoporno (M HaM HPaBUTCA Tak AyMarh). B Mosre MieKorm-
TaoMX 00JIaCTh, HOCSIIAS HAa3BaHUE THIIIIOKAMIIA, UIPAeT 0COOYI0 POJib B OOYUEHUH.
Korga ona paspyinaercst ¢ 06erxX CTOPOH MO3ra, TePSIETCsT CIOCOGHOCTb (hOpMUPOBATH
HOBBIE BOCTIOMUHAHI, XOTS TPHOOPETEHHbIe paHee BOCTIOMUHAHUS coxpamsaioTcs. Co-
OTBETCTBEHHO, Y HEKOTOPHIX CHHAIICOB B IMIIIIOKaMIIe TIPU MTOCTOSIHHOM MCIOJIb30BAaHUT
Ha6IIOAATOTCS BRIpAKEHHBIE (DYHKIIMOHATbHbIE M3MEHEHNUS: €CJTU OTIETHbHBIN MOTEHTTIAI
JIeHCTBUS TIPECUHANITUYECKON KJIETKU He OCTABJIAET CJIeIOB, TO UX KOPOTKAs 1OCJe/[0Ba-
TEIbHOCTH BBI3bIBAET J0JArOBpeMennyo norennuaiuio (Long-term Potentiation, LTP).
IIpu posiroBpeMeHHON TMOTEHIMAIMN TTOCAeIyIoNNe eIMHUYHbIE TOTEHIIUAJbI 1eHCTBUS
MIPECUHANTUYECKON KJETKN BBbI3bIBAIOT YCUJIEHHDBIH OTBET MOCTCUHANITUYECKON KJIETKHU.
Takoit achdeKkT MOKET COXpPaHATbCS YacaMW, AHAMU WIN HeAENSIMU, B 3aBUCUMOCTH
OT YUCJa U UHTEHCUBHOCTH IIETIOYEK UMITYJbCOB. TOJbKO aKTUBUPOBAHHbIE CHHAICHI
00JTa[IAf0T  JIOJITOBPEMEHHOI MMOTEHITNAIMEN; CHHAIICHI HA TOH K€ MOCTCUHAIITHYECKON
KJIETKe, KOTOPbIE OCTAJINCH B TTOKOE, He n3MeHdiorcsd. OIHaKko, KOria KJIeTKa MOBEPTraeTcst
BO3/IEHCTBUIO MMOBTOPSIIOIIENCST CTUMYJISIIIUY Yepe3 OJ{MH HaGOp CHHAIICOB, €CJIM XOTST Obl
OJIMH TIOTEHIINAJ IeHCTBUS HOMA/IeT Ha Opy20ll CHHAIIC HA TIOBEPXHOCTH HEHPOHA, 9TOT
cuHarc Takxke ucnbitaer LTP, xord B Apyroe BpeMs OT/IeJbHbIN MOTEHIIUAT JIeiCTBUS
He ocTaBuI GBI CJIefia.

OCHOBOTIOIATATONINM TTPABIJIOM B TaKHX CHHAIICAX CJIYKHUT CJeayioriee: 0020-
BPEMEHHYI0 NOMEHUUAUUIO HAOII00arm mozod, Koz0d NPecuHanMuU4ecKds KJiemkda
<evicmpeausaems (00un pas uau 6oavwe) 6 MOMEHM 8peMeHU, K0z2dd NOCMCUHAN-
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muyeckas membpana cuivho denoaspuszosana (6aarofapsi HeJlaBHEN POOJIKUTEb-
HOI CTUMYJISIMU WM JOGBIM APYTUM 06pazoM). ITO MPABUJIO OTPakaeT IOBeIeHUe
OTIPE/IEIEHHOTO KJIACCA MOHHBIX KAHAJIOB IOCTCUHANTHYECKOU MeMOpaubi. [iioramu-
HOBasi KUCJIOTA CJIYKUT OCHOBHBIM BO30YK/IAIONUM HEHPOMEIUATOPOM IEHTPAIBHOI
HEPBHOH CUCTEMbI MJIEKOTIUTAIONINX, W TTyTaMaT-3aBUCHMbIC NOHHbBIE KAHABI BJITIOTCS
Han6oJiee PaCHpPOCTPAHEHHBIMYU MEAMATOP-3aBUCUMbBIMU KAaHAJTAMHU TOJIOBHOTO MO3ra.
B rurnokamiie, kak u Bes/ie, OOJIbIIAS YaCTh JEMOJISIPU3YIOIEr0 TOKA, OTBETCTBEHHOTO
3a BIICII, omocpenyetcs TyTaMaT-3aBUCUMBIMI MOHHBIMHA KaHAJIaMW, HOCSIIMU Ha-
3Banne AMPA-penentopoB. OHU pafoTaioT Tak e, Kak W Apyrue KaHaubl. Ho Tok
o6J1a1aeT JOMOJHUTETbHBIM U 60JIee HHTEPECHBIM KOMIIOHEHTOM, KOTOPbIN OTIOCPE/Y€eTCsT
JIPYTUM TIO/IKJIACCOM TUTyTaMaT-3aBUCUMBIX NOHHBIX KaHamoB — NMDA-peuenropamu,
Ha3BAaHHBIMU TaK TIOTOMY, YTO OHU CEJIEKTUBHO aKTUBUPYIOTCS UCKYCCTBEHHBIM aHATIOTOM
raytamaTta N-mMetii-D-acnapratom. NMDA-petienrtopbl peryanpyioTes AByMd (pakrtopa-
MU, OTKPBIBASICH TOJIBKO MIPU OJHOBPEMEHHOM BBITIOJTHEHUT ABYX YCIOBUI: C PETIETITOPOM
JIOJoKeH ObITh CBSI3aH ylyTaMar U MeMOpaHa JIoJuKHA ObITb CHJIBHO JIENOJISIPU30BaHA.
Bropoe ycioBue Heo6X0auMO 151 BBICBOOO K AeHNnsT Mg?t, KOTOpBIii B HOpMe GIOKUpY-
eT TOKOSIMUICSA KaHald. JTo o3HauvaeT, yTo NMDA-perenTopbl akTUBIPYIOTCS TOIBKO
torja, korjga AMPA-perentopbl akTUBUPOBaHbI U JenoJisipusyior MeMOpany. NMDA-
peLenTopbl HeOOXO MBI JIJISI JIOJITOBPEMEHHOI moTeHinamu. Korja ol ceeKTHBHO
GJIOKMPOBAHBI CrelUIeCKUM UHIMOUTOPOM, WM €CJH Y TPAHCTEHHBIX JKUBOTHBIX UX
reH HOKAyTHPOBaH, /I0JITOBPEMEHHAsI IOTEHIUAIS He HAOIIONAETCs, /IAJKe eCJIU IPOCTast
CHHANTUYECKasl Iepejiaya coxpansercsi. Taxkue ;KUBOTHbIE yHIEPOHBI 110 CIIOCOGHOCTH
K 00y4eHUI0, HO B JIPYTUX ACIIEKTaX OHU BEAYT ceOsl MPaKTHYECKU HOPMAJIbHO.

Kax NMDA-perentopb! BbI3BIBAIOT TaKOH YAMBUTEbHDBIN ahderT? OTBET cocTonT
B TOM, YTO STH KaHAJbl B OTKPBITOM COCTOSIHUM BBICOKO IpoHuiaeMbl aasa Ca®t, Koro-
PBIil CAYKUT BHYTPUKJIETOUHBIM MEIUATOPOM B TTOCTCHHANTHYECKON KJIETKE, 3aIyCKast
KacKa/[ U3MEHEHI, MPUBOIININX K JOJTOBPEMEHHOI MoTeHmuanun. TakuM o6pasoM,
JI0JITOBPEMEHHAsT OTEHIIMAIMS He TIPOMCXO/NT, KOTAa KOHIeHTpanus csoGoaHoro Cat
B MMOCTCUHATITAYECKON KJIeTKE MCKYCCTBEHHO TTOIEPSKIMBAETCST HA HU3KOM YPOBHE ITyTeM
WHBEKIUA B Hee XeJlatopa Ca?* D/ITA. U HA060POT, JOJITOBPEMEHHYIO HOTEHIHAIINIO
MO>KHO MCKYCCTBEHHO BbI3BaTh, YBEJMYNB BHYTPHKJIETOUHYIO KoHIeHTpanuio Ca?*. Emte
OJTHUM [TOJITOBPEMEHHBIM U3MEHEHNEM, YBeJNIUBAIOITIM TyBCTBUTEIbHOCTD MMOCTCIHATI-
THYECKOIl KJIETKU K TJIyTaMary, SIBJSIETCS BBOJ B IJIa3MaTHYECKyI0 MeMOpaHy HOBbBIX
AMPA-penentopos (puc. 11.42). Tak:ke NOKa3aHO, 4TO M3MEHEHHS MOTYT IIPOU30HTH
U B MIPECHHANITUIECKON KJIEeTKe, 3aCTaBUB ee MPHU MOCTIe0BATEIbHON aKTUBAIINN BBICBO-
60sk/1aTh GOJIbIIIE IIyTaMara, YeM B HOpPME.

Ecnu 6b1 cunarchr 1mOCTOSHHO ObLIM B COCTOSIHUU JIOJITOBPEMEHHOl TIOTEHI[UA-
LUK, TO OHU ObICTPO ObI JOCTUTJIM HACBIIIEHUS U HE CMOTJU Obl CIYKUTb B KAuecTBE
ycTpoiicTBa XpaHeHUs mHpopMaiuu. B camMoM nene, cmHamcaM TaksKe CBOWCTBEHHA
nosrospemennas aenpeccusi (Long-term Depression, LTD), kotopas, Kak HU yAUBU-
TeJIbHO, TakxKe Tpedyer aktuBaimun NMDA-perentopoB 1 yBegndeHusi KOHIEHTPAIUN
Ca?*. Kak Ca®" BbI3bIBaeT MPOTUBOIOJIOKHBIE 3((DEKTHI B OJTHOM U TOM K€ CHHAIICe?
OxaspiBaeTcst, TaKkas ABYHAIIPABJAEHHAS PETYJIANNS CHHANTUYECKON CHJIbl 3aBUCUT OT
ypOBHS yBesmmuenns KouueHrpaimu Ca’*: Bpicokue konuenrpannu Ca’' akTuBupyior
MIPOTENMHKIHA3BI W TOJTOBPEMEHHYIO TOTEHIINAINIO, 4 He3HAUNTEIbHbIE KOHIIEHTPAITIT
Ca** — nporentdocdarasbl 1 JOJTOBPEMEHHYIO JEMPECCHIO.

CyI1ecTBYIOT T0Ka3aTeabCTBa TOT0, 4T0 NMDA-perenTopbl UrpaioT BaXKHYIO POJIb
B OOyYeHHU M CBSI3AHHBIX C HUM SIBJIEHUSIX B JPYTrUX OOJIACTSIX MO3ra, MOMUMO THUII-
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aKTMBUPOBaHHbIE
npecuHanTuyeckue

npecuHanTYeckas HEpPBHbIE OKOHYaHWS
KrneTka BbICBOGOXAAIOT MyTamar,
KOTOPbI OTKpbIBAET
KaHanbl peLenTopoB
AMPA, no3Bonsisi NOTOKY
noros Na*
rmytamat aenonspusosaTtb
NMOCTCUHANTUYECKYHO
MeMO6paHy
nonsipu3oBaHHas >
mMembpaHa
Na*
nocTCUHanTu4yeckasi
Knetka -
Mg peuentop aenonsipuaoBaHHas
AMPA mMemMbpaHa
peuentop NMDA P
aenonsipusaums

Puc. 11.42. CurHanusauma npyu A0/rOBPeMeHHOWU NOTeHUMaLUK.
OnbITbl MOKA3bIBAKOT, YTO NpU LTP n3MeHeHMA TaKKe Npoucxoaat
B MPECUHANTUYECKMX HEPBHbIX OKOHYAHUSAX, KOTOPbIE MOFYT CTUMY-
IMPYIOT 0BpaTHbIE CUTHA/bI MOCTCMHANTUYECKOM K/IETKM.

nokamia. bosee Toro, B rmase 21 Mbl yBUJUM, 4YTO
NMDA-perentopbl UrpaioT KJIIOYEBYIO poJib B (op-
MUPOBaHUN aHATOMUYECKO CTPYKTYPbI CHHAIITHYECKUX
CBs3eil B cBeTe Pa3BUTUS HEPBHOU CHUCTEMBI.

Takum o6pasoM, HelipoMenIuaTopbl, BbICBOOOK-
JlaeMble B CHUHalCcaX, IOMUMO Ilepe/layd KpaTKOBpe-
MEHHBIX 3JIEKTPUYECKUX CUTHAJIOB, TAK)Ke CITIOCOGHDBI
U3MEHSITb KOHIIEHTPAIMU BHYTPUKJIETOUHbBIX Me/l1aTo-
POB, KOTOPbIE BbI3bIBAIOT ITPOOJIKUTEIbHBIC U3MEHEHUS
acpdexTrBHOCTH CcHHATTHYECKOH Tepenayn. OjHAKO
JIO CUX IIOP HESICHO, KaK TaKue U3MEHEHUs, HeCMOTPS
Ha HOPMaJIbHbI{ KPYTOBOPOT KJIETOYHBIX KOMIIOHEHTOB,
COXPAHSIOTCS Ha MPOTAKEHUU HeZlesib, MECSIEB WJIN
BCENl JKM3HU.

Kparkas xapakrepucTuka HEKOTOPbIX PacCMO-
TPEHHbIX HAMU MOHHBIX KaHAJIOB IPUBELEHA B TaOJIM-
ne 11.2.

3aknueHue

Hounnvle xanamvl obpasyiom 6 aunudmom ouc-
J10€ 600Hble NOPbL U NO3EONAIOM HEOP2AHUUECKUM UO-
HAM NO0X00saUEe20 paAsMepd nepecekamv MeMopany
N0 3JIEKMPOXUMUUECKOMY 2PAOUEHINY CO CKOPOCMBIO,
npesvuuaowel ckopocms mparcnopmepos 6 1000 pas.
Kananvl obaadarom <eopomamus, xKomopvie 00vruHo
BPEMEHHO OMKPHIBAIOMCSL 6 OMBEM HA ONPeoeseHHoe
6030eticmeue Ha MeMOPany, HAnNpuMep u3MeHenue

CHUMaET BroK1pOBKY

noHamu Mg?* kaHana
peuentopa NMDA

U Yepes Hero, CBA3aHHOMO

C rMyTaMatoMm, NPOXOAAT

noHbl CaZ?*B nocTcMHanTUYeckyto
KreTky

C a2+

NOBbILLIEHHAs KOHLeHTpauua Ca?*
B LMTOMNNa3me BbI3bIBAET BBEAEHWE
B Nna3MaTu4eckyto MembpaHy
NMOCTCUHANTUYECKOW KNETKN HOBOTO
peuentopa AMPA, Tem cambim
NOBbILLAETCS YYBCTBUTENBbHOCTb
KNEeTKU K rmytamarty
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Tabnuuya 11.2. HekoTopble cemeiicTBa MOHHbIX KaHaNoB

[NoTeHuMan-3aBMCUMbIE KaTuh- noteHuman-3aBmucumble Nat-KaHasnbl

OHHbIE KaHaJlbl noteHuman-3aBucumble K*-kaHasnbl (BKnovas
MeAJIEHHbIE 1 BbICTPbIE)
noteHuman-3asucumble Ca2*-KaHanbl

MegnuraTop-3aBUCMble NOH- ALETUNXOJNH-3aBUC/MbIE KaTUOHHbIE

Hble KaHasbl KaHasbl EOEE RIS
rnyTamar-3aBucrmble Ca2*-KaHasbl
CEPOTOHVH-3aBUCKMbIE KaTUOHHbIE KaHasbl
FTAMK-3aBncumbie Cl-kaHasbl TOPMO3Hble

runH-3aBrcumMble Cl-kaHanbl

MemOpannozo nomenyuaia (nOMeHUUAI-3a8UCUMbIE KAHAIbL) UL CEA3bIBAHUE HEll-
pomeduamopa (Meduamop-3agucumvie UOHHbLE KAHALL).

K*-cenexmuenvie kanaivl ymeuku uzpaiom 6a;xHyio poib 6 YCmarosJeHUuu no-
MEHYUANA NOKOSL NAAIMAMUUECKOU MEMOPAHbL OOJLUUHCINGA KUBGOMHBIX KJIEMOK.
Homenyuan-3asucumvle KaMUOHHbIE KAHAILL OMEEUAIOM 34 2EHEPAUUI0 CAMOYCUIU-
BAIOUUXCS NOMEHUUATIO8 DetiCMEUs. 8 MAKUX ITEKMPUUECKU 6030YOUMBIX KIACKAX,
KaK Heupomvl U KJAemKU CKeJIemHulx Mviuy. Meduamop-3asucumvie Kanaiv. nepe-
B00SIM XUMUMECKUT CUZHATL 6 NEKMPUYECKUU 6 XUMUMECKUX cunancax. Bo3oy:x-
oailougue HeupomMeouamopvl, HANpUMep AUemuIXoNur U CepoMmOHUH, OMKPLIBAIOM
Mmeduamop-3asucumvle KAMUOHHbIE KAHAbL U OENOAAPUIYIOM NOCMCUHANMUYECKYIO
MeMOpany 00 nopozoeozo YpoeHs zenepauuu nomenyuaia detcmeus. Topmosivle
neupomeduamopyt, maxue kax F'AMK u enuyun, omxpvieaiom meouamop-3asucumoie
Cl- unu K*-xananvl u nodasuisiiom eenepayuio uMny.1ibco8, no00epKueds NOASpU3auuio
nocmcunanmuueckol memopanvl. IIo0K1aACC 2ymanam-3a6UcuMvly UOHHHLX KAHAI08,
nocswuil naseanue NMDA-peuenmopos, evicoko nponuuaem oas Ca®*, xomopwul
Ccnocoben 6vi3vl8amb MaAKue do.Jizospemennvle uzmenenus cunancos, kak LTP u LTD,
U, COOMBEMCMEEHHO, GAUSMY HA HEKOMOPbLE NPOUECCH 00YUEHUS U NAMSIMIL.

Honnvie Kanaivl C10KHbM 00pA30M 63AUMOOCTICMEYIOM, pezyupys nogedenue
anexmpuuecku 6030youmMvlx Kaemox. Tunuunvii HeipoH, Hanpumep, noayuaem molcsauu
6030 YKOAIOUUX U MOPMOISUUX CUZHATI08, KOTROPLLE CYMMUPYIOMCSL 8 NPOCMPAHCINGE
u epemenu 0.1 cozdanus nocmeunanmuueckozo nomenyuana (IICIT) ¢ mene kaemxu.
Benuuuna IICII nepexodupyemcsi 6 uacmomy zenepauuu nomeHyudios 0elcmsus
KoMOUHayuel KaAmuoHHbIX KAHAI068 8 MEMOPAHe AKCOHHO020 XOJIMUKA.

3A0AYN

Kakue u3 smux ymeep0eHutli coomeemcmeayiom deticmeumenbHocmu? O6wsc-
Hume no4yemy

11.1. Tpancmopr, onocpeayeMblii TepeHOCYNKAMU, MOKET OBbITh KaK aKTHBHBIM,
TaK U [aCCUBHbBIM, TOTJa KaK TPAHCIOPT Yepe3 KaHaJlbl BCer/a IacCUBeH.

11.2. TpancnopTepsl JOCTUTAIOT HACHIIIIEHUS TTPU BHICOKIX KOHIIEHTPAITIAX TPAHC-
OPTUPYEMOIl MOJIEKYJIbI, KOTJla BCe UX CAlTb! CBSI3bIBAHUS 3aHSATDI; KaHAJbI, C JAPYroil
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CTOPOHBI, HE CBSI3BIBAIOT MEPEHOCHUMbIE MOHBI, M, CJEIO0BATEIbHO, MOTOK MOHOB Yepes
KaHaJI HUKOT/[A HE JJOCTUTAeT HACHIIIEHHS.

11.3. MeMOpaHHbIil MOTEHIINAT BOSHUKAET OJIaro[apsi ABIKEHUIO 3apsI/IOB, IOYTH He
BJIMSTIONIEMY Ha KOHIIEHTPAIUU MOHOB. B pe3yabTare COOTHOIIEHNE MEKIY TIOI0KUTEb-
HBIMU U OTPUIIATEJIbHBIMI HOHAMU 110 0OEUM CTOPOHAM MeMOPAHbI HE HAPYIIAETCS.

Pewume cnedyrowue 3adayu

11.4. Pacnonoskute Ca*, CO,, sranou, rmokosy, PHK u H,O B cootsercTsuu ¢ nx
C1toco6HOCTBIO MM GYHMPOBATD Yepe3 JIUITH/IHbIN GUCJIOi, HAYMHAS C TOTO BEIeCTBa,
KOTOpOE Jierde Bcero repecekaer 6ucoi. OObsCcHUTE Balll OTBET.

11.5. TloueMy HEKOTOPbIE MOJIEKYJIbI HAXO/ISATCSI B PABHOBECHH 110 0GEMM CTOPOHAM
MeMOpaHbl, HO ITPM HTOM UX KOHIIEHTPAI[MH CHAPYKU U BHYTPU KJIETKU PA3JINYalOTCs?

11.6. VloHHble NEPEHOCYNKH <«CONPSKEHbI» — He (PU3NYECKH, HO Yepe3 TocJie/l-
cTBUg uX paborbl. HampuMep, KJI€TKH MOTYT TIOBBICHTH CBOW BHYTpUKJeTOYHbIH pH,
€CJI OH CTaJl CJUIIKOM KUCJBIM, TyTeM oOMeHa BHennero Na* na Buyrpennuii H', nc-
nosb3yst Nat/H*-aurunopr. V3MeHeHnne KOHIIEHTpAIMU BHY TPUKJIeTOYHOr0 Na* 3areM
BoaMentaerca Nat /K -nacocoM.

a. MoryT Jit aTH /IBa TpaHCIopTepa, paboTasi BMecTe, OJJHOBPEMEHHO HOPMAJI30BaTh
konnenrpaiu Nat u H* Buytpu kierxu?

6. BbisbIBaeT Ji CONPSKEHHOE JIECTBUE ATUX JIBYX HACOCOB HAPYIIEHHE PABHO-
Becust KoHrenrpanun K nam MmemGpantoro moreniana? [Touemy?

11.7. MUKPOBOPCUHKY YBEJIMYMBAIOT TJIONIA/(b MOBEPXHOCTU KJIETOK KHUINEYHOTO
TPaKTa, YTO MOBbIIAET 3(P(HEeKTHBHOCTL BCACBIBAHWS MUTATEILHBIX BellecTB. [lonepeynbrii
1 ITPO/IOJILHBIH Cpe3bl MUKPOBOPCHHOK oKa3aHbl Ha puc. Q11.1. Mcnonb3ys ykasaHHbIIH
Ha PHUCYHKe MaciuTal, OIleHWTEe YBeJIWYeHHUe IJIOMAAN TIOBEPXHOCTH 33 CYET MUKPO-
BOPCUHOK (JI/Is 06/IaCTH TIIa3MaTHYeCKO MeMOPaHbl, KOHTAKTHPYIOIIEl ¢ MPOCBETOM
KUIIIEYHNKA) OTHOCHTEIBHO KJIETKH C «ILJIOCKOI» MIa3MaTHYeCKOl MeMOPAHOI.

11.8. CormacHo 3axonam jBuxkeHns HbioToHa MOH B 3JIEKTPHYECKOM T0Jie B Ba-
Kyy™me OyJieT MCIbBITBIBATH JEHCTBUE 3JEKTPUYECKON JBIKYIIEH CHUJIbI M YCKOPSTHCS,
AHAJIOTMYHO TOMY, KaK IaJIeHNe TeJa B BaKyyMe TIOCTOSHHO YCKOPSIETCS 32 CYET CHJIBI
rpaButanu. OHAKO B BOJIE€ MOH MO/ IEHICTBIEM 3JIEKTPUYECKON CHJIBI JABHUKETCS C T10-
CTOSIHHOI ckopoctbio. Kak Bbl fymaere, rnouemy?

Bug COOKY nonepeyHoe ceyeHne
I | I—
1 MKm 0,1 MKkM

Puc. Ql1.1. MMKPOBOPCMHKMU 3NUTE/IMANbHBIX KNETOK KULIEYHMUKA B NPOAOC/IbHOM M NMOMepeyHoM cpesax
(3apaua 11.7). (Ne.blit prcyHOK, ¢ ntobesHoro paspelueHusn Rippel Electron Microscope Facility, Dartmouth
College; Mpasbiit pucyHoK, ¢ ntobesHoro paspeleHms David Burgess.)



1184  Yactb IV. BHyTpeHHAA opraHn3auma KneTku

11.9. Mopuenb «IapruKa Ha HUTKe» ObICTPON MHAKTUBAIIMN MOTEHIINAJI-3aBUCHMbIX
K*-kanaioB u3sIHO NOATBEPIK/IEHA HA IPUMEPE «TPSICYIIXCSI> (shaker) K*-xanamos
Drosophila melanogaster. (Haspanue shaker npousoruio ot mytanra Drosophila o ato-
MY reHy, XapaKTepu3yIolerocsi MOBbIIIEHHOI BO30YMMOCTbIO — JIaXKe T10/1 aHecTe3ueit
MyLIKH [POAOJIKAIOT Aeprarbes.) Jlemennss N-KOHIEBBIX aMUHOKUCIOT HOPMAIbHOTO
shaker-kanama TPUBONT K TOMY, YTO KAHAJ OTKPBIBAETCS B OTBET HA JETIOJISPHIAIINIO
MeMOpaHbI, HO He 3aKPbIBaeTcst, Kak HopMasbHbii kanau. [Tenmuag (MAAVAGLY GLGE-
DRQHRKKQ), coorBercTByIOmMii yaaneHHoMy N-KOHILYy, MOKET WHAKTUBUPOBATH
OTKPBITLIN KaHast pu KoHmenTparnuu 100 MxM.

CootsercrByer s Konuentpaius nentuzga (100 MkM), HeoOxoauMast /11 MHAK-
tuBanun jgedexrnoro K -kanana, HOpMaJIbHOW JIOKAJIBHON KOHIEHTPAIIUU CBSI3AHHOTO
«IapuKay HOPMAJIbHOro KaHajia? IIpeamnoouTe, 4TO CBSIBaHHBIN «IIAPUK» CIIOCOOEH
o6oruyTb noaycdepy [o6bem = (2/3)nrd] paguyca 21,4 HM, 4TO COOTBETCTBYET JIJIHHE
nomnenTuaHol «aut» (puc. Q11.2). PaccunTaiite KOHIIEHTPAIMIO <IIAPUKA» B IIOJIY-
chepe. Kak nosiyuenHoe BaMu 3HaY€HIE COOTHOCUTCSI C HEOOXOAUMOIT J17isi HHAKTHBALIUT
KaHaja KOHI[eHTpaIiell CBOOOIHOTO TeNTHia?

Puc. Q11.2. «LLlapuk», CBA3aHHbIN KHUTbIO» C NOTEHLMaN-3aBUCUMbIM K*-kaHanom (3agava 11.9).

11.10. Turantckuit akCOH KajibMapa 3aHUMaeT 0co60e MECTO B UCTOPUU HAIIIETO TIO-
HUMaHUsT MeMOPAHHbBIX MOTEHIMAJIOB KJIeTKU U paboThbl HelipoHoB. Koryja B MHTAKTHbII
PUTAHTCKUN AKCOH BCTABJISIETCS AJIEKTPO/I, PETUCTPUPYEMbII UM MEMOPAHHbII TOTEHITHAT
pasen —70 MB. Ilpu cTuMy iy akcoHa, BBIMOYEHHOTO B MOPCKOI BOJIEe, M TIPOBEIEHUT
UM HEPBHOI'O UMITyJibca moTeHiman 6pictpo Mensiercsi ¢ —70 MB o +40 MB.

Jlna ognoBanentHbix nonos npu 20° C (293 K) ypasuenne Heprera ynpormaercs 10

V=58 MB x1g(C /C),
rae C,u C, — BHENIHASA U BHYTPEHHS KOHLEHTPAIMKE HOHA COOTBETCTBEHHO.

[Ipu omo1IM JaHHOTO yPaBHEHMS PACCUUTAIITE IOTEHITUAT TIOKOSI MeMOPAHDI, [TPe/-
noJiarag, uro (1) on 3aBucut Toabko ot K, u (2) on 3aBucut toabko or Nat. (Konmen-
tpamu Na* u K* B iuToniasme akcoHa u MOPCKO# Bojie npuBe/ieHbl B Tabsme Q11.1.)
Kakoe n3 nory4eHHbIX BaMU 3HAYEHITT O/IMKe K M3MEPEHHOMY TIOTeHTary mokos? Kakoe
6JIKe K U3MepeHHoMYy moTeniany jgeiictusi? OObscHUTE, I0YEMY TaKUe JOIYIIEHMs
[O3BOJISIOT TIOJTyYUTb TIPUOIM3UTEIbHBIE TIOTEHIIUATBI TOKOST U JIeHCTBUSI.

Ta6bnuua Q11.1. MOHHDBII cOCTaB MOPCKOI BOAbI U LLUTONNA3Mbl FTMFAHTCKOrO akCcoHa Kasnbmapa (3agada 11.10)

Na* 65 MM 430 MM
K* 344 MM 9 MM
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BHYTpMKNeTOUYHbIe KOMMAPTMEHTDI
N COPTPOBKa 6enkos

B ominune ot Gakrepuil, KOTOpbie MPEJACTABISIOT COOO0I €[MHCTBEHHBIN BHYTPH-
KJIETOUHbBIN KOMITAPTMEHT, OKPY’KEHHDII TIa3MaTUIeCKOl MeMOpPaHOl, 3yKapuoThHue-
CKas KJeTKa TojpasfeseHa Ha (QyHKIIMOHAJIBHO OTIUYHBIE APYT OT APyTa 3aMKHYTHIE
MeMOpaHHbIe KOMIAPTMEHTbI. KaK/blii KOMIIAPTMEHT, /I OPTaHeJLIa, COIEPIKUT CBOMI
COOCTBEHHDBIN XapaKTePHBIH HA60p (hepMEeHTOB U APYTUX CHENUATN3UPOBAHHBIX MOJIe-
KyJs. [lig TpaHcmopTa onpeieseHHbIX TPOAYKTOB U3 OJHOTO KOMIAPTMEHTA B JAPYTOI
CYTIECTBYIOT CJIOSKHBIE CHCTEMBI paciipefesieHns. UToObl TOHATh 9YKapUOTUIECKYTO
KJIETKY, HeOOXOMMO 3HATh, KaK OHA CO3/IaeT U MOAAEP;KUBAET 3TU KOMIAPTMEHTDI, YTO
TIPOUCXONT B KAXKJIOM M3 HUX W KaK MOJEKYJbI IBIKYTCS MEKITy HUMH.

Benku onpenengior xapakTepHble CTPYKTYPHBIE U (DYHKIIMOHATbHbBIE CBOHCTBA KK I0-
ro komnapt™enTta. OHI KaTaTU3UPYIOT PEAKITIHN, TIPOTEKAIOIINE B OPTAHELIE, U CEJIEKTIHBHO
TPAaHCIIOPTUPYIOT MaJIble MOJIEKYJIbl U3 KOMIAPTMEHTa M B €ro mpocser (T.e. B JIOMEH).
Benxm takske cayxaT opranesuio-crienudmaHbIMI TOBEPXHOCTHBIMI MapKepaMi, HallpaB-
JISTIONIUMHE JIOCTABJIEHHbIE OEJIKU U JIMITH/IbI B COOTBETCTBYIOILYIO OPraHesLIy.

JKusorHas knerka comepxut oko.1o 10 mummapaos (10'0) GeskoBbIx MosteKyr npu-
MepHo 10 Thicsta BuioB. CuHTes GOJIBIIMHCTBA U3 HUX HAYMHAETCS B 1IUTO30J1€e. KaKabiit
HOBBIII GEJIOK 3aTeM JIOCTABJISIETCS] IMEHHO B TOT KJIETOYHbIN KOMITAPTMEHT, KOTOPOMY
o Tpedyercsi. BHYTPUKIETOUHBIN TPAHCIOPT OEJIKOB SIBJISIETCS [IEHTPAIBHOI TEMOIT 9TOI
u caenyiorteii tias. Crensd 3a mepeIBIKeHNeM OeTKOB U3 OTHOTO KOMIApPTMEHTA B JIPy-
rOif, MOKHO HA4YaTh MOHUMATD 3AIyTAHHBINA JJAOUPUHT BHYTPUKJIETOYHBIX MeMOPaH.

12.1. KomnapTmeHTannsauma KneTok

B manHOM KpaTKOM 0630pe KOMIAPTMEHTOB KJIETKU W B3aNMOOTHOTIEHWH MEKIy
HUMU Mbl Pa3/IE/IUM OPraHesuibl Ha HEGOJIbIIOE YUCI0 CeMEHCTB, 00CyauM, Kak OesKu
HAIPABJISIIOTCS. B ONPe/IeJIEHHbIE OPTAHELTbI, U OOBSCHUM, KaK GEJKH MPOXO/ISAT Yepe3
MeMOPaHbl OPraHeJu.

12.1.1. Bce sykapuoTtnueckume KiaeTkum obnapaot ogquHakoBbiM 6a30BbiM
Habopom mem6GpaHHbIX OpraHensn

MHorue XKU3HEHHO BaKHble OMOXUMUYECKUE TIPOIECChI TIPOUCXOAT B MeMOPaHax
WM Ha uX ToBepxHoct. Hanpumep, cBsizantblie ¢ MeMOpaHaMit (hepMEHTHI KaTaTu3upyIoT
MeTa60/IM3M JIMIHIOB, a B CJIy4ae OKHCIUTEIbHOT0 (hocOpPIIIPOBaHS U (POTOCHHTE3A
MeMOpaHbl HeOOXOIMMbI Jiist conpsikenust Tpancnopra H' ¢ cunresom ATP. TTomumo
YBeJIMYEHHsT TUIOIAM MeMOPaH i IPOTEKAHUST HA HUX OMOXUMUYECKUX PEeaKIlnii, BHY-
TPUKJIETOYHbIE MEMOPaHHbBIE CUCTEMbI 0GPA3YIOT 3AMKHY Thie KOMIIAPTMEHTDI, OT/IeJIEHHbIe
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OT 1IUTO30J1s1. byiaroapsi aToMy B npejiesiax KJIETKU CO3/IAI0TCST CIEIMaTn3uPOBAHHbIE
BO/IHbBIE ITPOCTPAHCTBA. [I0CKOIbKY JIUII/IHBIN OUCIO MeEMOPaH OpraHesul HEIPOHUIAEM
JUIs1 GOJIBITMHCTBA TUAPOMUIBHBIX MOJIEKYJI, MeEMOPaHa KaXK0i OpraHeuibl 0JKHA CO-
JiepKaTh MeEMOPaHHbIE TPAHCIOPTHBIE OEJIKHU JIJisI UMIIOPTA U 9KCIOPTa crelnduieckux
MerabosmToB. Kaskmas mMeMOpana opraHesuibl TakyKe JOJDKHA 00a7aTh MEXaHH3MOM
UMIIOPTA ¥ MHKOPIIOPAIIUKE B OpraHesiy creiuduieckux GeKOoB, JEIA0NIUX ITOT KOM-
HAPTMEHT YHUKAJIbHBIM.

Ha puc. 12.1 npencTaBieHbl OCHOBHBIE BHYTPUKJIETOUHBIE KOMIAPTMEHTBI 9yKapHO-
TUYECKUX KJIETOK. B s1dpe comepskutcst reHoM (3a UCKIIOUEHHEM MUTOXOHPUAIBHOTO
1 XJIOPOILIACTHOIO TEHOMOB) 1 TIporcxouT ocHoBHOM curres PHK u JIHK. Okpyskaiomas
HMUTOILIA3MA COCTOUT U3 IUTO30JISI U B3BEHIEHHBbIX B HEM IUTOIIA3MATHYECKUX Opra-
nesi. uro30ub cocrapssier 4yTh GoJiee MOJOBUHDBI 00IIEro 00beMa KJAETKU U SIBJISIETCS
MECTOM CUHTe3a U jierpajaiun 6enkoB. B HeM takske mpoucxout 60JbIas 4acTb Mpo-
MeKYTOYHOTO oOMeHa BerectB (MetaGo/m3Ma) KJIETKHU, T.e. MHOTHE PEAKIUH paciaja
U CHHTE3a MAJIbIX MOJIEKYJI JIJISI CO3/IaHUST «CTPOUTEbHBIX OJIOKOBY JIJISI MAKPOMOJIEKY.JT
(cM. rmaBy 2).

OKO0JIO 110JIOBUHBI OOIIEN TLIONAN MEMOPAHbI 9YKAPHOTUYECKUX KJIETOK MTPUHAI-
JIESKUT U3BUJIUCTOMY JIAGUPUHTY dHOONIAzMamuyeckozo pemuxyiyma (OP). [lepoxo-
samouii (zpanyasproni) IP Hecer MHOKECTBO CBSI3AHHBIX C €0 IUTOMIA3MATHIECKOI
[OBEPXHOCTBIO puOOCOM; OHU CUHTE3UPYIOT KaK PACTBOPUMbIE, TaK U MeMOPaHHbie GeJIKH,
GOJIBIIIMHCTBO KOTOPBIX MPEHAZHAUEHO JIJIsI CEKPEIMU BO BHEIITHIOIO CPEY KJIETKH N
JUISL IPYTUX opraHesii. Mbl yBUIMM, 4TO, HECMOTPS HA TO YTO GEJKU TPAHCIIOPTHPY-
I0TCSI B JIPYT€ OPraHesuibl TOJIbKO TI0C/e 3aBEPIIeHUsI UX CUHTe3a, [0 Mepe CUHTe3a
onu Tpancnoprupyiorcsi B IP. 1o obbsicusier, nouemy meMOpana IP Hecer pu6ocoMbl
U OTJINYAeTCst OT Apyrux MeM6pan. B 9P takske cunresupyercs: GOJIBIINHCTBO JUIIUIOB
KJIETKH, 1 OH cay:kut geno nouos Ca?*. O6mactu IP, cBOGOIHbBIE OT CBA3aHHBIX PH-
GocoM, HasbiBaiorcst 21adkum (azpanyaaproim) IP. P nocwlaaer MHOTHE CBOM GeJTKH
U MBI B annapam o210k, KOTOPbIil COCTOUT 13 YTOPSIIOYEHHBIX CTOTIOK TIOCKIX
JICKOBH/IHBIX KOMIIAPTMEHTOB, HOCSIINX Ha3BaHue yucmept I oavoxu. Annapat I'osb-
JUKH TIoJTydaet Junuibl 1 6esiki ot P 1 Hanpasiisier ux B Jipyrue oOpraHeiibl, 0ObIYHO
KOBAJIEHTHO MOAUDUIUPYsI UX B TIPOIECCE.

Mumoxondpuu u (B pacteHuUsIX ) X10PONIACMbL CHHTE3UPYIOT Goubliyio yactb ATP,
UCIIOJIb3YEMOTO KJIETKOU B KauyecTBe JBIIKYIIEH CUJIbI peakiuil, TpeOyoImX 3aTpaTbl
CBOGOTHON SHEPTUH; XJIOPOTIIACTH — PA3HOBUIHOCTD NIACINUO, KOTOPBIE B PACTUTE -
HOU KJIETKE MOTYT BBINOJHSTD U JApyrue (GyHKIMK, HAPUMED, 3alacaHue MUTaTeJbHbIX
BEIECTB WU MOJIEKYJI TUTMEHTOB. JI130coMblL cOiepsKarT TulieBapuTebbie (hePMEHTDI,
KOTOpBIE JIerPaJInpyIoT JeeKTHbIe BHY TPUKJIETOUHbIE OPTAHE/IbI, MAKPOMOJIEKYJIbI U Ya-
CTHUI[bI, 3aXBAYEHHbIE U3 OKPYKAIOIIEN CPeJIibl TIOCPEICTBOM sH/I01To3a. Ha mytn K Jiu-
30COMaM 3H/IOIUTUPOBAHHOE BEIECTBO CHAYAJIA JIOJIKHO MIPOITH Yepe3 Habop OpraHesL,
HOCSIINX HazBaHme andocom. Hakomelr, nepokcucomvl — 3To MajieHbKIe BE3UKYJISIPHbIE
KOMITAPTMEHTbI, cojiepsKaiiiie (hepMEHThI PA3JIMUHbIX OKUCJIUTETbHBIX PEAKIIUI.

B o61ieM ciyuae MeMOpaHHbIE 3aMKHYTbIE OPraHeJLIbl BO BCEX THIAX KJIETOK Bbl-
HOJIHSIOT OJMHAKOBBIN HA00p 6a3oBbix dyHKIwi. Ho s BbiogHEHUS CliEUaI31-
POBaHHBIX (PYHKITUI KJIETKU 3TU OPraHesIbl MOTYT COAEPIKATBCS B PA3HOM KOJIMYECTBE
u 006J1a/1aTh JOTIOJHUTEIbHBIMU CBOUCTBAMU, U3MEHSIONUMUCS OT KJETKU K KJIETKE.

B cpennem MeMOpaHHble OpraHe/LIbl BCe BMECTE 3aHUMAIOT OKOJIO TIOJIOBUHBI 0GbeMa
kaerku (Tadmana 12.1), u 114 ux cozganus rpedyercst GOMbIIOE KOJTMIECTBO BHY TPUKJIE-
TOYHBIX MeMOpaH. B kJjieTkax rnedeHu u 1moJpKeJy/J0UHON JKeJie3bl, HalpuMep, IIONIA/b
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aHAocoma UMTO30Mb
nusocoma
annapat Fonbmxu
nepokcmucoma
MUTOXOHAPUS
aHAonnasmaTU4ecKni
PETVKYYM CO CBSI3aHHbIMM
Ha MeMbpaHe nonvpudocomamu
cB06OAHbIE
nonMpuGoCoMbl —— fApo

nnasmatn4yeckas MeMGpaHa

le———15 MKM ———>1

Puc. 12.1. OCHOBHbIe BHYTPUKNETOUHbIE KOMNAPTMEHTbI }KUBOTHOM KNeTKU. LInTo30/b (cepebili), sHAoNNA3-
MaTUUYECKMI PETURYNYM, AAPO, MUTOXOHAPUM, SHAOCOMbI, IM30COMbI U MEPOKCUCOMBI MPEACTaBAAOT CO60M
Pa3NnYHble KOMMAPTMEHTbI, OTAE/EHHbIE OT OCTa/IbHOW KAETKM MO KpaliHei mepe oaHOM CeNeKTUBHO Npo-
HULAeMon membpaHoA.

MeMOPaHbI FH/IOILIA3MATIHYECKOr0 PETUKYIyMa B 23 1 12 pa3 COOTBETCTBEHHO ITPEBbIIIAET
II0IA/b IIa3MaTHIecKoil MeMOpanbl (taGauia 12.2). B TepMuHax miomaam 1 Macchl
11agMaruueckas MeMOpaHa siBJsieTcsl MaJIO3HAYMTEIbHON B GOJIBIINHCTBE 3yKAPUOTHYE-
CKUX KJIETOK, U OpraHe/uibl JIOTHO yHaKoBaHbl B 1utozose (puc. 12.2).

MeMOG6patitbie OpraHeiibl 4aCTO PACHOJIOKEHDI B IIUTO30JI€ B OIIPE/IEJIEHHON OPUEH-
taruu. Harnpumep, B 60JIbITMHCTBE KJIETOK ammapar [osibyku Haxoauresi BOJU3U si/pa,
a cetb Tpy6Gouek IP pacripocrpansieTcst OT si/[pa 1o BeceMy 1uTo30.10. Takas xapakrepHasi
JIOKQJIN3a1Usl 3aBUCUT OT B3auMOJIENCTBUSL OpraHesul ¢ 1urockeneroM. Pacrioioxenue
kak JP, tak u anmapara [oJib/XKu 3aBUCUT OT MHTAKTHOM CETH MUKPOTPYOOUEK; ecJin
MUKPOTPYOOUKH MCKYCCTBEHHO JENOJMMEPU30BATh XMMHUUYECKUM BELIECTBOM, alllapar
lFonpmxu pacmagaercs n pacIpoCcTpaHSeTcsT IO BCell KJIeTKe, a ceTb JP cxJonbiBaercs
K 1eHTpy kjiaerku (cMm. riasy 16).

Ta6nuua 12.1. OTHocUTeNbHbIe 06bEMbI, 3aHNMaeMble OCHOBHbIMY BHYTPUKJIETOUHbIMU KOMMap-
TMeHTaMu KNIeTKN neyeHu (renaroyuTa)

LnTo3onb 54
MwuTtoxoHgpua 22
LllepoxoBatbit OP 9
Mmagknii P v annapat lonbgxu 6
Appo 6
Mepokcrcombl 1
JInzocombl 1
DHOOCOMbI 1
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Ta6bnuua 12.2. OTHOCUTeNbHOE COAlePXKaHIe Pa3HbIX TUMOB MemMGpaH B iBYX BUAaX SyKapnoTunye-

CKUX KNeTOK
~ Mpouent ot obueii nouwiaam MemGpans! Knetkn

Mna3matnyeckas membpaHa 2 5
Mem6paHa wepoxosaTtoro P 35 60
Memb6paHa rnagkoro 3P 16 <1
Mem6paHa annapata [onbaxu 7 10
MwToxoHapuA
BHelwHAA membpaHa 7 4
BHyTpeHHsAA membpaHa 32 17
Appo
BHyTpeHHsAs membpaHa 0.2 0,7
MembpaHa ceKpeTOpHbIX My3blPbKOB  He onpeaeneHo 3
JInzocomarnbHaa membpaHa 04 He onpepeneHo
MembpaHa nepoKcrcom 04 He onpepesieHo
SHIOocoManbHaa membpaHa 04 He onpepenieHo

*IDTH KJIETKM 3HAYUTEJIBHO PasjuyaioTcsl M0 pasMepaM: OObeM CPEIHEro TernaToluTa COCTaBJISeT
5000 mMrm?, a mankpeatnueckoit axzokpuHHON Kaetkn — 1000 mrm3. O6Ias mioma/ b KIeTOuHbIX MeMOpaH,
o orerxam, cocrasisier 110 000 1 13 000 MxM2 COOTBETCTBEHHO.

12.1.2. DBONOLMNOHHOE NPONCXOXKAEHNE OODBACHAET TONONOrNYecKne
B3aMMOOTHOLLUEHNA OpraHenn

Uto6bl MOHATH B3aUMOOTHOIIEHUS] MEXK/IY KOMIAPTMEHTAMU KJETKHU, T0JIE3HO
PACCMOTPETh, KAK OHU MOTJIN 3BOJIOIIMOHUPOBATh. CUUTAIOT, UTO TIPE/IIIECTBEHHUKAMUI
[EPBBIX 3YKAPUOTHIECKUX KJIETOK ObLIM IIPOCThIE OPraHU3Mbl, HATOMUHABIITIE OAKTEPUH,
Y KOTOPBIX 00BIYHO €CTh TIa3MaTHIecKast MeMOpaHa, HO OTCYTCTBYIOT BHyTpeHHue. Takum
00pa3oM, Tia3MaTuiecKasi MeMOpaHa TaKUX KJIETOK BBIMOJIHSET BCe MEMOPAHO3aBUCHMbIE
dyukimu, BRIOYas Tpancnopt uonos, cunre3 ATP, cekpeluio 6eJIKOB 1 CUHTE3 JIAIIH-
qoB. Tunuunbie coBpemennbie aykapuotuueckue kiaerku B 10—30 pa3 Gosibliie B LIMHY
1 B 1000—10000 pas Gosbire 0 06BeMy, ueM THITIHYHAsE GakTepust, Hanpumep E. coli.
Pasnoo6Gpasue BHyTpeHHUX MeMOpaH YacTUYHO MOJKHO PacCMaTpUBaTh KaK IPHUCIIO-
cobJieHne K yBEJUUYEHUIO PAa3MEPOB: 3YKAPHOTUYECKAs KJETKA 06JIAaeT 3HAYUTETHHO
MEHDBIIUM OTHOIIEHUEM ILJIOA/IU TOBEPXHOCTH K 00bEMY, U, CJIE0BATENBHO, MIOMIA/b UX
[JIa3MaTHYECKOI MeMOPAHDI, [0-BUIUMOMY, CJIAIIKOM MaJia /sl TIOJIEPKAHIST MHOTUX
JKU3HEHHO BaKHBIX (DYHKIIHI, BBINOJHSIEMbIX MeMOpanamu. MHOMKECTBO BHYTPEHHUX
MeMOPAHHbBIX CHCTEM 9YKaPUOTHYECKUX KJETOK PElIaeT 3Ty polsemy.

IBOJIOIUST BHYTPUKJIETOYHBIX MEMOPaH, 10-BUAUMOMY, COTIPOBOKIAIACD CITEIHATH-
3arueit ux gyukimii. PaceMorpum, HampuMep, 06pasoBaHie MulaKOUOHbIX NY3blPbKOE
B XJIOPOILIACTAX. JTU IIy3bIPbKU (DOPMUPYIOTCS, KOTJA B KJETKAX 3€JI€HOrO JIHCTA
XJIOPOIIACTBI PA3BUBAIOTCS U3 TIPOILIACTH/I, MAJTEHbKUX OPraHe/I-[IPE/IIeCTBEHHIKOB,
[IPUCYTCTBYIOMIMX BO BCEX HE3PENBIX PACTUTENBHBIX KJIETKAX. JTU OPraHeJLTbl OKPYKEHbI
JIBOIHOI MeMOPAHON 1 Pa3BUBAIOTCS B COOTBETCTBUY ¢ HY K 1aMu TudepeHIupyoniencs
KJIETKU: HANPUMEP, OHU CTAHOBSTCSI XJIOPOILJIACTAMU B KJIETKAX JINCTBEB, HO B JIPYTUX
THIAX KJETOK OHU [PEBPAIIAIOTCS B OPraHe/Ibl, 3aracaioiiue KpaxMas, JKUpPbI HIn



LLepoxoBaThIN S0po NIN30COMBI
3HAOMNA3MaTUYECKUIN PETUKYITYM

N

nepokcucoma MUTOXOHAPUS
5 MKM p p

Puc. 12.2. neKTpoHHasa mukpodoTorpadua nonepeyHoro cpesa y4acTka KAeTku neyeHu. lokasaHbl npumepsl
60/bLUMHCTBA OCHOBHbIX BHYTPUKNETOUYHbIX KOMNapTMeHTOoB. (C tobesHoro paspelleHus Daniel S. Friend.)

murmenTsr (puc. 12.3, a). Korga npomiactubl mepexofsr B XJIOPOILIACTBI, Ha WX
BHYyTpeHHell MeMOpaHe (POpMUPYIOTCS CHENUATU3UPOBAHHBIE YUACTKU, KOTOPbIE 3aTeM
u3ru6aIoTCsl U OTIIOYKOBBIBAIOTCS. DTU BE3UKYJIbI 00PA3yIOT HOBbIH CIIEIMATH3NPOBAH-
HBIIl KOMIIADTMEHT, MUAAKOUD, B KOTOPOM COJEP;KUTCS BECh CHHTETHUYECKUI alapar
xzoporacra (puc. 12.3, 6).

[lpyrue KoMIapTMeHTbI 3yKaPUOTHYECKUX KJIETOK MOIJIM BOBHUKHYTh CXOJIHBIM 00-
pasom (puc. 12.4). B pesy/ibrate MHBArMHAIMI U OTIIOYKOBBIBAHMS CTIEIMATM3NPOBAHHBIX
BHYTPHUKJIETOYHBIX MEMOPAHHBIX CTPYKTYP OT ILJIa3MaTHUeCKOl MeMOpaHbl 06pasyioTcsi
OprameJiibl, BHyTPEHHEE IPOCTPAHCTBO KOTOPBIX TOMOJIOTUYECKH 9KBUBAJIEHTHO OKPYIKe-
HUIO KJIeTKU. MbI YBUIUM, YTO TaKKe TOTIOJOTMYeCKUEe B3AUMOOTHOIIEHUST CBONCTBEHHbI
BCEM OPraHeJsiaM, yu4acTBYIOIIUM B CEKPETOPHBIX U IHOIUTO3HBIX Iy TsIX, BKIO4ast P,
armapar [o/bIKH, 9HI0COMBI 1 JIM30COMBI. TakuM 06pasoM, Mbl MOKEM pacCMaTPHBATD
9TU OPraHesUIbl KaK OJHO ceMelcTBO. Kak MbI OpoOHO 06CY/IMM B CJIEIYIONIEl TIaBe,
UX BHYTPEHHHE MPOCTPAHCTBA AKTUBHO B3AaUMOJIEHCTBYIOT [PYT C JPYIOM M BHEIIHE
CPeIoil KJIETKU TOCPEJICTBOM MPAHCROPMHBIX NY3bIPHKOG, KOTOPbIE OTTIOYKOBBIBAIOTCS
OT OJHOM OpraHe/LIbl U cauBaoTCA ¢ Apyroi (puc. 12.5).
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a) ~
nponnactug,
nnactuapl
nenkonnacT XpomonnacTt Xnoponnact
(HaKannMBaeT XupbI, (Hakannueaet (ocywecTensiet
Macna unm kpaxman) MUTMEHTbI) doToCcuHTE3)
6) BHELLHAS
membpaHa ___
nponnactug,

BHyTpeHHﬂﬂ/

MeMbpaHa l
crneumanusnpoBaHHbIi TUnakouaHbie
y4acToK BHyTpPEHHeMn ny3bIpbKiA
Mem6paHbl Nponnactuga

—
TUnakomgHoe
NpOCTPaHCTBO —~—
xnoponnact
TMnakomgHaa _—
MembpaHa

Puc. 12.3. Pa3ButMe nnactua. (a) Mponnactuapl HacNeayrTCs C LMTONAA3MOM PacTUTeNbHOM AlLEeKneT-
Ku. Mo mepe TOro Kak Hespesnble KneTku anddepeHLmpyroTca, NponaacTuabl pasBnBaloTCcA B COOTBETCTBUM
C HY)KZAaMM Cneuuann3npoBaHHOM KNETKU: OHWM MOTYT CTaTb X/10PONIacTaMm (B KNETKaX 3e/1eHbIX IMCTLEB);
NelikonnacTamu, 3anacaloWwmmm Kpaxman (Hanpumep, B KNyOHAX KapTodens) uam macasHblie U IMnuaHble
Kanav (Hanpumep, B CEMeHax Mac/IM4YHOTO PacTeHUA); UM XPOMON/IACTaMu, B KOTOPbIX COLEPHKATCA MUTMEHTI
(Hanpumep, B LIBETOYHBIX enecTKax). (6) PassuTue TMnakouaa. Mo mepe pa3BUTUA X10pONAaCcTa NPOUCXOAUT
MHBArMHaLMA 1 OTMOYKOBbIBaHWE CNeLMann3npoBaHHbIX Y4aCTKOB BHYTPeHHe MembpaHbl NponiacTUabl.
M3 HUX GopmupytOTCA TUNAKOUAHbIE Ny3blPbKK, KOTOPbIE 3aTeM Pa3BMBAIOTCA B 3penblit TUNakous,. Mem-
6paHa TMNaKkomaa 0bpasyeT OTAE/bHbIM KOMNAPTMEHT — TUIAKOUAHOE NPOCTPAHCTBO, KOTOPOE CTPYKTYPHO
1 GYHKLMOHANBbHO OT/IMYAETCA OT OCTa/IbHOW YacTu Xoponaacta. Tunakomasl cnocobHbl aBTOHOMHO PacTu
W AennTbes No mepe nponundepaLm x1oponaacta.

Kax ormcano B riaBe 15, MUTOXOHPUU U TJIACTUBI OTJMYAIOTCS OT JAPYTUX MEM-
OpaHHbBIX OpraHeJli, MOCKOJbKY OHU COJep:KaT CBOIl coOcTBeHHbIil renoM. llpupoga
ATUX T€HOMOB U 3HAYUTEIBHOE CXO/ICTBO GEJIKOB 3TUX OpPraHesul ¢ GeJKaMu HEKOTOPBIX
COBPEMEHHBIX GAKTEpHI YKA3bIBAIOT HA TO, YTO MUTOXOH/PUM U TJIACTU/IbI IBOJIOINO-
HUPOBaJIN U3 GaKTepPUil, TOTJIOIMEHHDBIX JPYTUMH KJIETKAMU 1 HAYABIIUMU JKUTb C HUMHU
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a) anepHblii  BHYTPEHHSIS inepHas membpata

MOpOBbIV 6
KOMMIeKe BHELLHAS sAepHas meMbpaHa

S\

OHK~_ aHAoNMnasMaTn4yeckmi
— peTuKynym
— o — ...
®e eeo
CBA3aHHbIe
C MeMBpaHHOW o
—e
pubocombl ° ™~ LMUTO30Mb
OpeBHSAA ApeBHSAA
npokapuoTuyeckas Krnetka aykapvoTuyeckas knerka
6)
aHaspobHas paHHsAst aapobHas
npeaykapuoTuyeckas Krnerka ayKapvoTuyeckas knerka
BHYTPEHHVe
MeMOpaHbI
/ e
— — —
~
kneTouHasi MembpaHa MWUTOXOHAPWN
mMembpaHa, nonyyYeHHas

aspobHas npokapuoTuyeckas knertka OT 3yKapnOTMHECKOU KITeTKM

Puc. 12.4. TunoteTMyecKme cXxembl IBO/IOLMOHHOTO NPOUCXOXKAEHUA HEKOTOPbIX OpraHen. MpouncxoxaeHne
MUTOXOHAPWI, X2I0PONAACTOB, IP 1 KNETOYHOTO AAPA MOMXKET 06 bACHUTL TONONOrMYECKME B3AaMMOOTHOLLIEHMUSA
3TMX KOMNAPTMEHTOB B 3YKapMOTUYECKOM KNeTKe. a) BO3MOKHbIIM MyTb 3BONOLMMN KNeTouHoro aapa v 3P. Y He-
KOTOPbIX baKkTepuii eguHcTBEHHAA monekyna HK, 06pasytolan 6akTepranbHy XpOMOCOMY, MPUKPeNaseTc
K BbINAYMBAHMIO NNA3MATUYECKON MemMbpaHbl. Takoe BbINAYMBAHME B OYEHb APEBHUX MPOKAPUOTUYECKUX
KNEeTKax MO0 NpeBpaTMTbCA B 060/104Ky BoKpyr AHK, no3sonsatowyto AHK B3anmoaeiictBoBaTh C LMTO301EM
(4To HeobXxOaMMO ANs NpsMoro cuHTesa b6enka ¢ AHK). CumnTatoT, uTo 3Ta 0607104Ka B KOHLE KOHLOB NOJHO-
CTblO OTAENMNACH OT NIa3MATUYECKOW MeMbpaHbl, YTO NPUBEIO K 06pa3oBaHMIO AAEPHOMO KOMMAPTMEHTA,
OKPY*KEHHOro ABOWMHOM MmembpaHoi. Kak noKkasaHo, peryampyembie aaepHbie noposble Komnaekcbl (AMK)
NPOHM3bIBAOT 060104KY AApPa. MOCKOABKY AAEPHbIN KOMNAPTMEHT OKPYKEH ABYMA MeMbpaHamu, KoTopble
HenpepbIBHO COObLWAIOTCA APYr C APYrOM B MecTax pacrnonoxeHus AMK, oH TONonormyeckm sKBUBANEHTEH
LMTO30/110; B CAMOM fgefie, BO BPEMA MWUTO3a COAEPKMMOe agpa CMelnBaeTcs ¢ uutosonem. JitomeH SP
NPOAOMKAET NPOCTPAHCTBO MEXKAY BHYTPEHHEN 1 BHELWHEN AAEPHbIMU MeMBpaHamK, U OH TOMONOTMYECKM
3KBWBANIEHTEH BHEK/IETOYHOMY MPOCTPAHCTBY (cM. puc. 12.5). 6) CunTaertca, 4To MUTOXOHAPUM (M NAacTUAbI)
BO3HMK/IM, KOTAQ KPYMHas Npe-3yKapuoTUYecKas KAeTka NormoTtnna baktepumto. 3To MOKET 06BbACHUTb, Noye-
MY OHM HecyT CBOM COOCTBEHHbIV FTeHOM M NMOYeMy JIFOMEHbI 3TUX OpPraHen N30MpPoBaHbl OT MeMBPaHHOIO
TPAHCMNOPTA, COEAMHAIOLLETO IOMEHbI APYTMX BHYTPUKIETOYHbIX KOMMNAapPTMEHTOB.



MmaBa 12. BHyTpUKJIeTOYHbIe KOMMAPTMEHTbI 1 COPTUPOBKa 6enka 1195

nnasmatun4yeckas MeM6paHa nm3ocoma

\

LuepoxoBaThin P _
CeKpeTopHble

ny3bipbKM
aapo /
BHyTpeHHHH/

MeMbpaHa
sanepHas
060noYKa | guelHas
MeMb6paHa

annapar dHAoOCOMa

lonbaxm
Puc. 12.5. Tononornyeckme B3aMMOOTHOLLEHUA MEXAY KOMMNApPTMEHTaMU CEKPETOPHOro MU SHAO0LUTO3-
HOrO NyTel dYKapUOTMUYECKOM KNeTKU. TONONOrMYeCcKN SKBMBANEHTHbIE NPOCTPAHCTBA NOKa3aHbl KPACHbIM.
B npuHUMMe, UMKIbl OTMOYKOBbLIBAHUA U CIMAHUA MEMOPaH NO3BOAIOT IOMEHY 11060 13 3TUX OpraHenn
B3aMMOZENCTBOBATb C JIIOMEHOM Nt06OW APYrov U BHELWHEN Cpesol KNETKM NMOCPEACTBOM TPAHCMOPTHbIX
ny3blpbKoB. CUHUMU CMPesKamMu NoKa3aH MHTEHCUBHbIV BXOAALLMI U BbIXOAALLMA BE3UKYNAPHbIA TPAHCMOPT
(cm. rnaBy 13). HekoTopble opraHensibl, B 0COBEHHOCTM MUTOXOHAPUN U NAACTUADI (B PACTUTE/IbHBIX KNETKaXx),
He YYacCTBYIOT B 3TOM CUCTEME M U30IMPOBAHbI OT MOKA3aHHOIO 3AeCb TPAHCMOopTa.

B cuM6unose (emorpu riasbr 1 1 14). CorylacHO r'UIIOTETHYECKON CXeMe, MPe/ICTABIEHHON
Ha pucyHke 12.4, 6, BHyTpeHHsIs MeMOpaHa MUTOXOHJPUI M IJIACTHL COOTBETCTBYET
UCXO/IHON TJIa3MATUUeCKol MeMOpate GaKTepu, a JIOMEH 3TUX OPraHesI 9BOJIOIUOHI-
poBaji U3 GaKTEPUAIBHOTO 1IUTO30JIsI. 3a CYET TAKOTO HH/IOIUTAPHOTO POUCXOKIEHIS
00€e 3TN OPraHeJ/iyibl OKPYKEHbI JIBOMHON MeMOPAHOIi, U OHU U30JIMPOBAHBI OT AKTUBHOTO
BE3UKYJISIPHOTO TPAHCIIOPTA, COEUHSIONIEr0 BHYTPEHHEE TIPOCTPAHCTBO GOJIBIINHCTBA
JIPyrux MeMOPAHHbBIX OPraHeslI APYT C JIPYTOM U OKPY:KAIOIIel cpe/ioit.

B cootBercTBUM € OIMCAHHON BbIille BOJIOIMOHHON CXEMOI BHYTPUKJIETOUHBIE
KOMITAPTMEHTbI 9YKAPUOTUYECKUX KJIETOK MOXKHO PAa3/IeJUTh HA 4eThIpe ceMeiicTBa:
(1) s11po 1 UTO30JIb, KOTOPbIE B3AUMO/ICHCTBYIOT JIPYT € IPYTOM Yepe3 sidephvle nopo-
6ble KOMNIEKChbL U, TAKUM 06Pa30M, TONOJIOTMYECKH HEIPEPhIBHBI (XOTS M OTIMYAIOTCS
APYT OT apyra (PyHKIMOHAMBHO); 2) BCE OPraHe/Ibl, KOTOPbIE y4acTBYIOT B CEKPEIUN
U 9H/IONUTO3€, BKJIOYas ammnapar [oJib/Ku, SHI0COMbI M JIM30COMbI, a TAK}Ke MHOTO-
YHCJEHHbIE KJIACChI TAKMX TPAHCIOPTHBIX WHTEPMEIUATOB, KAK TPAHCIIOPTHDBIE ITy3bIPb-
KU, JBWGKYIIHECS MEK/Iy OpraHe/IaMu, M, BO3MOKHO, TIEPOKCUCOMBL; 3) MUTOXOHAPUN
u 4) nactuapl (TOIBKO y pacTeHuii).

12.1.3. benkn morytT MurpmpoBaTb MeXxXay KoMnapTMeHTamMmu pasHbiMun
nyTamun

3a WCKIIOYeHWeM TeX HEeMHOTOYMCJIEHHBIX OeJKOB, KOTOpble CHHTE3NPYIOTCA
Ha pu6OCOMax MUTOXOH/PHU M ILIACTU[, CUHTE3 OOJBHIMHCTBA GEJIKOB HAYMHAETCS
Ha pubocoMax B 1uTo3osie. VX mocnemayionas cyb6a 3aBUCUT OT MX aMHHOKHUCJOTHOM
[I0CJIe/I0BATE/IbHOCTH, B KOTOPOH MOTYT CO/ePKATbCsl CUTHAJBbI COPTUPOBKH, HAIIPAB-
JISTIOTITHE JIOCTABKY B JIPYTHE OPTaHeIbl, OTIUYHbBIE OT IIUTO30J1s1. BOJIBITMHCTBO GETKOB
He HeceT CUTHAJIOB COPTUPOBKHU M OCTAETCS B IUTO30JIe HA IOCTOSHHOM ocHOBe. OIHAKO
MHOTTE IpyTrre 06Ja1af0T CIen(MIIecKUMI CUTHATIAMI COPTUPOBKH, HATIPABJIAIOINMI
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UX TPAHCIOPT U3 MUTO30J B A1po, P, MUTOXOHAPUN, TIACTUIBI WA TMEPOKCHUCOMDT;
CUTHAJIBI COPTUPOBKH TaKKe MOTYT HAIPAaBJIATh TPAHCIOPT OenkoB 3 IP B npyrue
KOMITAPTMEHTBI KJIETKH.

Yro6bI TIOHSTD OOIIME TIPUHITAIIBE IEUCTBIUST CUTHATIOB COPTUPOBKH, BAKHO PA3/IEJUTh
pu CI)yHI[aMEHTaJIbHO PA3IMYHBIX TIYTU [ABUKEHUA 66JIKOB OT OJHOI'O KOMIIapTMEHTa
B JIPYroii. JTu TPU MeXaHU3Ma OINUCAHBI HIJKE, a MeCTa UX JeUCTBUST 0G03HAUEHDI
Ha puc. 12.6. Mbi o6cyuM nepBbie /[Ba MeXaHU3Ma B 9TOii riase, a tperuii (3eenvle
cmpeaxu na puc. 12.6) — B raase 13.

1. IIpu BOPOTHOM TPAHCTIOPTE GEJIKU MUTPUPYIOT MEXK/Ty [IUTO30J1eM U s1poM (Ko-
TOPbIE TOITOJIOTUYECKN S5KBUBAJIEHTHDBI APYyT I[pyl'y) yepes dg/iepHbie II0OPOBble KOMILICKChI
B 060JI0UKe s7Ipa. S1jepHble MOpPOBbIe KOMILTEKCHI CJYKAT CETEKTHBHBIMEI BOPOTAMH,
AKTUBHO TPAHCHOPTUPYIOIUME OIIpe/ie/IEHHbIE MAKPOMOJIEKYJIbI 1 MaKPOMOJIEKYJIAPHbIC
ancam6yu. Takske yepe3 HUX MPOUCXOAUT cBOOOAHAST AU Py3usi MATIbIX MOJIEKY.I.

LMTO300b

A0PO MEPOKCMCOMBI

| MUTOXOHIOPUSA nnACTUb |

| SHOOMNA3SMATUYECKUN PETUKYTTYM |

| AMMAPAT FrONbIXU |

CEKPETOPHbIE
| MO3OHWE 3HOOCOMSI My3bIPLKA

JINBOCOMA

KoY [l = TPaHCnopT Yepes nopbl
I = TpaHCcMeMbpaHHbIi TpaHCnopT

| PAHHVE SHOOCOMBbI o
= BE3MKYNAPHbIA TpaHCnopT

| KNETOYHAA MOBEPXHOCTb |

Puc. 12.6. YnpolieHHaa «KapTa» ABUXKeHUA 6enKkoB. benkn MoryT MUrpupoBaTb U3 OAHOMO KOMMAPTMEHTa
B APYroi nocpeacTBOM BOPOTHOTO (KpacHbIl), TpaHcMemMbpaHHOro (20/1y60() nnv Be3MKyNspHOTo TpaHcnopTa
(3en1eHbili). CurHanbl COPTUPOBKM, HAaNPaBAAOLLME ABUKEHUE AAaHHOTO be/Ka Yepes CUCTeMY W, CIe0BaTENbHO,
onpeaenstoLLe ero KOHEYHYH JIOKaIM3aLMIO B K/IETKE, COAEPHKATCA B aMUHOKUCIOTHOW NOC/1Ie0BaTeNIbHOCTH
Kaxkgoro beska. MNyTeluecTBue HauUMHAETCA C CMHTe3a 6eslka Ha pMboCOMe LIMTO30/15 U 3aKaHUYMBAETCA, KOraa
6e/10K JOCTUraeT MecTa CBOEro HazHauyeHUs. B Kax oM NPOMEKYTOUHOM TOUKE (PaMKU) MPUHUMAETCA peLleHne
0 TOM, JO/IXKEH /M GE/IOK OCTATbCA B STOM KOMMAPTMEHTE WM TPaHCMOPTUPOBATLCA Aasblue. B NpuHLMAE, CUrHan
COPTUPOBKM MOKET TpeboBaTbCA MO0 ANA yaepKaHua 6eska, IMbo AnA ero BbixoAa U3 KOMMApPTMEHTa.
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2. IIpu TpaHCMEMOPAHHOM TPAHCIIOPTE TPAHCMEMOPAHHbIE MPAHCIOKAMOPLL OEIKO8
HAIPSIMYIO IEPEHOCST OIpe/ie/IeHHbIe OeJIKU Yepe3 MeMOPaHy U3 [IUTO30JIsI B TOTIOJIOTYe-
CKU OTJIMYHOE ITPOCTpaHcTBO. TpancnoprupyeMbie GEKOBbIE MOJIEKYJIbI 0OBIYHO JI0JIKHbI
Pa3BEPHYTHCSI, YTOObI TIPOUTH Yepe3 TPAHCJIOKATOP. TakuM 00pa3oM IPOUCXOAUT, Ha-
[IpUMeEpP, TPAHCIIOPT HEKOTOPBIX OEJKOB U3 IIUTO30J1s1 B JiioMeH JP uim MUTOXOHIPUH.

3. [Ipu Be3UKYJISIPHOM TPAHCHOPTE 3aMKHYTbie MeMOPAHHbIE TPAHCIOPTHBIE MH-
TepMe/IaThl, KOTOPbIMU MOTYT ObITh MajieHbKue C(hepUUECKIie TPAHCIOPTHBIE BE3UKY JIbI
wsn 6oJiee KpyiiHbie (hparMeHTbl OpraHe/iT HEPaBUIbHOU (hOPMbI, TIEPENPABJISIOT GENKI
13 OTHOTO KOMITAPTMEHTA B APYyToi. TpaHcmopTHBbIE Be3UKY/IbI M PPATMEHTDI 3aTIOTHS-
I0TCS MOJIEKYJIAMU U3 JIIOMEHA KOMIIAPTMEHTa 110 Mepe TOro, KaK Te OTIIOYKOBbIBAIOTCS
oT ero MeMOpaHbl; OHU HM30ABJSIOTCS OT CBOErO <«IPy3a» BO BTOPOM KOMIIAPTMEHTE,
CMBAsACh ¢ OKpy Kaiomeii ero MmemOpanoii (puc. 12.7). Hanpumep, no aToMy MexaHus-
MY IIPOUCXO/IUT HIEPEHOC pacTBOpuMbIX GesikoB u3 IP B anmapar [oabku. [Tockoabkry
TPAHCIIOPTUPYEMbIe GEJIKU He IPOXO/IAT Yepe3 MeMOpaHy, Ipu HOMOIIU BE3UKYJISIPHOTO
TPAHCIIOPTA MOKET HPOUCXOAUTH MUTPALUsT GEJKOB TOJIBKO MEKJY TOIOJOTUYECKU K-
BUBAJIEHTHBIME KoMmaptMenTamu (cMm. puc. 12.5).

Kaskzprit Buj neperoca GesIKOB OObIYHO HAINPABJISIETCSI CUTHAJIAME COPTHPOBKU
B TPAHCHOPTUPYEMOM O€JIKe, KOTOPbIE Y3HAIOTCS KOMILIEMEHTAPHBIMU PEIENTOPAMHE.
Harmpumep, ecin Hy;KHO UMIIOPTHPOBATH B SIZIPO KPYIIHbBIN O€I0K, 4TOObI OH ITPOIIE
yepes sA/IePHblIil TOPOBBII KOMILJIEKC, OH JIOJIKEH HECTU CUTHAJ COPTUPOBKH, Y3HABAEMbIii
petieritopubiMu 6esikamu. Eciin 6eok 10/KeH ObITh HATIPSIMYIO HepeHeceH yepes MeMOpa-
HY, OH JIOJUKeH 00J1a/1aTh CUTHAJIOM CO-

PTUPOBKHU, Y3HaBa€MbIM M6M6paHHbIMI/I NUNUAHBIA Gucnown
TpaHcJoKaTopaMu. TOYHO Tak »Ke, ecam MeMGpaHHbIi Genok
6EIOK HAXOIUTCS B OIPEIEICHHOM TUIIE / COAEPKIMOE NONoCTH
BE3WKYJ W (pparMeHTe OpraHeJLIbl, ? ° < !
KOMILJIEMEHTAPHBIU PEIENTOP COOTBET-
CTByIO].[Ie171 MeMépaHbI JOJIKEH Y3HaTb KOMMAPTMEHT-
€ro CUTHaJl COPTUPOBKU. OOHOP

B sroit u cnemylomeil riaBax Mbl ’ <« !
vacto Oyjer o6paiarbes K 9TOMy pH- P
CYHKY B KauecrBe IIyTeBO/UTEJIA, Bbl- ‘ pt . JO .
JleJigsl LBETOM OIPE/IeIeHHDIA IIyTh, o OTAensiowmiicsa

. . o . o Pt ny3bIpek C COQepP>XnMbIM,
paccMaTrpuBaeMbIil B JIAaHHBIA MOMEHT. noAnexaLm
OTMNOYKOBBLIBAHWE l TDAHONOPTUPOBKE

Puc. 12.7. OTnouKoBbIBaHUE U CAUAHUE NY- ®. 4 TPAHCMOPTHbIN Ny3bIpek
3bIPbKOB BO BPeMsi BE3UKYNAPHOrO TPaHCNop- B LUMTONNIa3me
Ta. TPAHCMOPTHbIE My3bIPbKM OTMOYKOBLIBAKOTCA CJ‘II/IFIHI/IEJL
OT OIHOTO KOMMaPTMEHTa (BOHOpa) M CMBatOTCA
¢ Apyrvm (muyLeHbio). B npouecce pacteopumoe o ? m%%@’?_'TMEHT'
cofepKuUmoe (KpacHele moyKu) nepeHocuTcs )
13 NloMeHa B tomeH. OBpaTuTe BHUMaHWE, YTo
membpaHa TaK»Ke NePEeHOCUTCA, U YTO UCXOAHAA
OpUEHTAUMA Kak BENKoB, TaK U IMNUL0B B MEM-
HpaHe [OHOPHOTO KOMMAPTMEHTa COXpaHAETCA l
B MeMbpaHe KoMNapTMeHTa-MuLeHu. Taknm 06- Q ? ’

pasom, membpaHHble BE/IKU COXPaHAT CBOO
ACUMMETPUYHYIO OPUEHTALMIO, T. €. OOHU U TE XKe
[OMEHbI COOBLLALOTCSA C LUTO30N1EM.
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12.1.4. CurHanbHble NOC/IeA0BaTeIbHOCTI HaNPaBNAIT 6enkun
no NpaBwWibHOMY K/IeTOYHOMY appecy

BoJbIIMHCTBO GEJIKOBBIX CUTHAJIOB COPTHPOBKHU COJEPIKATCSI B KOPOTKOW aMHHO-
KUCJIOTHOM IMOC/Ie0BATebHOCTH JINHON 15—60 ocTaTKOB. ITH CHrHAJIbHbBIE IOCJIE0-
BaTEeJbHOCTH YaCTO pacIojaraioTcs Ha N-KOHIlE; CHeNUaJn3upPOBAHHbIE CUTHAJbHBIE
HEeNTH/AA3bI Y/IAJSII0T CUTHATBHYIO TIOCIE0BATENBHOCTD M3 3aKOHYEHHOTO OesKa, Moce
TOTO KaK IPOIIeCC COPTUPOBKU 3aBepiraeTcsd. CUrHATbHbBIE MOCEI0BATETHHOCTU TaKKe
MOTYT PaCIoJiarathbCs BHYTPH O€JIKa, OCTaBasCh €ro YacTbio. B HEKOTOPBIX caydasax
CUTHAJIbI COPTHPOBKHU COCTOSAT M3 HECKOJBKMUX BHYTPEHHUX AMHUHOKHCJIOTHBIX TOCJIE-
JloBaresibHOCTeH, (DOPMUPYIONNX CHelndUYecKyi0 TPEXMEPHYIO aTOMHYIO CTPYKTYPY
Ha MOBEPXHOCTH 6esika, HOCATIYIO Ha3BaHWE CHTHAJIBHOTO YYaCTKA.

Kaxkymad curHambHas MOCTEI0BATEBHOCTD CIEIM(UIECKN OIpe/iesiseT MecTo Ha-
3HAUYEHUS B KJIeTKe. Desiku, KOoTopble cHavYas a J0JLKHbBI ObITh TPAHCIIOPTUPOBAHbI B DP,
HECYT CUTHAJIBHYIO MOCJIe/IOBATEBHOCTD Ha N-KOHIIe, KOTOpast BKJIIOYAeT B ce0s Xapak-
TepHyto nocyeoBaTebHocTb S—10 rugpodobHbIX aMUHOKKICIOT. MHOTHE U3 9THX (el
KOB 3aTeM TepeiiayT n3 IP B anmapar loapmxu. Ho te 6enkn, y koTopbix Ha C-KoHIlE
pacrioslaraeTcst XapakTepHas I0c/Ie/[0BaTeIbHOCTb U3 YeThIPpeX aMUHOKHC/IOT, Y3HAIOTCS
Kak rocrostuibie 6eiki AP u BozBpamiaiores: Tya. Besku, KoTopbie JOKHBI MOHACTh
B MUTOXOH/[PU, HECYT CUTHAJIbHbBIE TTOCJIE/[0BATEJHLHOCTH ellle OJHOTO THIIA — B HUX
MOJIO3KUTETBHO 3apsKeHHbIe AaMIHOKHUCIOTHI Yepeyiotes ¢ rupodobubiMu. Hakowerr,
6esKn TepoKcrcoM HecyT Ha C-KOHIlE CUTHAJIBHYIO TIOC/IE/I0BATEBbHOCTD, COCTOSIITYIO
13 TPeX XapaKTepHbIX aMIHOKUCJIOT.

B raGumie 12.3 npecraBieHbl HEKOTOPbIE CrennpIIecKie CUTHATBHbIE TTOCJIE10-
BaTeJTbHOCTU. DKCIIEPUMEHTBI, B KOTOPBIX METO/IaMU TeHEeTUIeCKON WHKEHEPUN TTETTU/T
MEPEHOCHUTCAT € OJTHOTO OeJIKa HA JPYTOil, TIOKA3aIM BAKHOCTD KasK/I0H 13 9TUX CUTHAb-
HBIX IOCJIe/[OBaTeIbHOCTEN B TpaHciopre GesikoB. Harpumep, nipukperuierne N-KOHIIEBO#
CUTHAJIBHOU TocsieioBaTebHocTi Genka P K N-KOHILy 1UTOIIa3MaTHIecKoro Geska

Ta6bnuua 12.3. HeKoTopblie TUNUYHbIE CUTHA/IbHbIE NOC/EA0BATE/IbHOCTU

Leu-Leu-Leu-Val-Gly-lle-Leu-Phe-
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