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20.1.4. OmHOIT MyTaIUu HEJOCTATOYHO, YTOOBI BBIZBATD PAK......uneveneeneennaennnss 1855
20.1.5. PakoBble KJIETKH MOCTETIEHHO HAKATIMBAIOT AHOMATMH . .....cvuevnereennanne. 1856
20.1.6. Pax mieiiku MaTK1 MOKHO TIPEJIOTBPATUTH C TIOMOIIBIO PAHHEH IartHoc-
N 719 | TP PTUUPPRPRN 1857

20.1.7. TIporecc mporpeccupoBaHust OMyXOJH COCTOUT U3 TIOC/Ie/[0BATETbHBIX
[UKJIOB HACJIE/ICTBEHHDBIX U3MEHEHUiT, COMPOBOK/IAEMbIX €CTECTBEHHBIM
OTOOPOM ...ttt ei e e et e ettt e e e e et e e e e e e e 1859

20.1.8. InureHeTnyecKkue M3MEHEHUS, MPOUCXO/IAINE B PAKOBBIX KJETKAX,
BKJIIOYAIOT HACJIEyeMble XPOMATHHOBbBIE CTPYKTYPbI U METHJIMPOBAHUE

JEH K 1861
20.1.9. Kierkn paka geoBeKa T€HETHUECKH HECTAOMIBHBI .....ouueveevnernernrnnnnnss 1861
20.1.10. Poct paxoBoii OIyXoJn 4acTO MPOUCXOAUT M3-3a HAPYIIEHHOI pery-

JISIAN KJIETOYHOM CMEPTH ¥,/ WM J€JEHMS KIETOK. ... . .u'evveeereeinnaennnnns. 1864
20.1.11. PakoBble KJjieTKH OGBIMHO MO-JAPYrOMY PEarupyiorT Ha HOBPEXK/ICHUS

JIHK 1 ApyTHe CTPeCCOBBIE BOZAEHCTBHUS ... c.uevn e eeneinaeiaiieeiaeieiennaanns 1865
20.1.12. PakoBble KJIETKH y 4YeJOBeKa MOTYT OOXO/UTb €CTECTBEHHbIE OrPaHNU-

YEHUST TIPOJIIDEPAIIII ... ettt e e et et ettt e e 1866
20.1.13. He6ouiblnasi oIy Isiiusi PAKOBBIX CTBOJIOBBIX KJETOK OTBETCTBEHHA 32

PA3BUTHE MHOTHX OTLYXOJIEH . ..ueeteiteitititeie e e e et 1867
20.1.14. Kak BO3HHMKAIOT PAKOBBIE CTBOJIOBBIE KIETKHI? .......oeiverinaininanninnnnss 1868
20.1.15. Yro6bl o6pa3oBaTh MeTACTa3bl, 3JOKAYECTBEHHbIE PAKOBBIE KJETKH

JIOJIKHDBI BBIDKUTD M PA3MHOYKUTBCS B HOBOM TKAHM .....vvvvvnieainaaeinnnnns. 1870
20.1.16. Onyxoam MHIYIUPYIOT QHTHOTEHES ... eueteeneeneineenanneenaenaeieaenneanns 1872
20.1.17. Ha pa3Butie pakoBOii OITyXOJIM BIUSET €€ MUKPOOKDYKEHUE ............ 1873
20.1.18. Kak mpaBusio, y pakoBbIX* KJIETOK €CTb HECKOJbKO XapaKTePHbIX MTPH-

BHAKOB -1 ttet et et et et ettt ettt e e e e e e e 1874
SAKTIOUCHUE ...ttt 1874

20.2. TIPOMDUAAKTIKA PAKA ... eeeeeeein et et et et e e e e e e e e e et e e e e e eeneees 1875
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20.2.1. Muorue (Ho He Bce) KaHIeporenusie dakTopbl noppexaaor JTHK ....... 1877
20.2.2. VnnnumaTtopbl KaHIIEPOTeHe3a, B OTJIUIE OT TPOMOTOPOB KaHIlepOTreHe3a,

noBPesKIATOT JTHEK ..o 1879
20.2.3. Bupycubie 1 HeBUpycHble HHQEKITMN BHOCAT BKJA/ B Pa3BUTHE 3HAUM-

TEJHHON YACTU OMYXOJEH Y UETTOBEKA . evevnettinetaeneeeeneeeneaenaaneneenannnn 1881
20.2.4. M nentndukarms KaHI[eporeHOB MO/ICKa3bIBaeT crocol TPeJOTBPAIICHNS

L2 P
3axmouenue

20.3. O6Hapy»keHne reHoB, KPUTHUHBIX IS PASBUTHT PAKA .vuvnvnernernarneennenennannnnn 1885

20.3.1. Myranuu, npuBOASIINe K YBEJMYEHUIO WU CHIDKEHHIO aKTUBHOCTH

TEHOB, WACHTU(MUITUPYIOT PASHBIMI METOMAMM. .. ... venieneenenneennenenennn 1886
20.3.2. PeTpoBupychl MOTyT IEHCTBOBATD KAK BEKTOPBI, TIEPEHOCSIIIIE OHKOTE€HbI

1 M3BMEHSTIONTHE TOBECHIE KITCTKI. .. ...eenteneeeneenieeeieeiieeenaeaneenneeneennns 1886
20.3.3. PesysbTaThl pa3HbIX HCCJAEIOBAHTI YKA3bIBAIOT HA OMH U TOT JKe TeH —

RS oo 1889
20.3.4. T'enpI-cympeccopbl OIyXOJIH BIEPBbIe OGHAPY>KEHDBI PN NCCIETOBAHIN

PEIKUX HACTEACTBEHHBIX (DOPM OTTYXOJEH ... vvvvieeieineieiieiieaieeiaeenen, 1890
20.3.5. OmyxoJieBble CYIpeccopbl MOTYT OBITh WAEHTH(UITMPOBAHDLI TIPH TIC-

CITEIOBAHIN CAMIX OTTYXOJTEIT . ..vuiitineiieii et ettt e e e e e e e 1892
20.3.6. VmuakTmBaIms reHa oImyXoJeBOTO CyTIpeccopa MOXKeT MTPOMCXOIUTD KakK

TEHETHYECKN, TAK M SIUTEHETITUECKIL .. .utnee et 1892
20.3.7. AKTHUBHOCTb MyTAHTHBIX F€HOB B PAKOBbBIX KJIETKAX MOKET HOBBIIIATHCS

MHOTHMI CTIOCOOAMIT ...ttt et et et et ettt e e 1894
20.3.8. Oxota Ha TEHbI, OTBETCTBEHHBIE 32 PAK, MPOTOIKAETCS . .vvvvrreneennnnn. 1897
SAKTIOUCHUE ...t 1899

20.4. MonekysIpHble OCHOBBI TIOBEIEHUST PAKOBBIX KITETOK .. ..uvvneeneeneinerneinaenennennnnns 1899

20.4.1. DxcrepnMeHTB! Ha SMOPHOHAX W HA TeHETHIECKN MOANMHUITNPOBAHHDBIX

MBITIAX TTO3BOJININ BBIICHUTD (DYHKIINIO TEHOB, CBA3AaHHDBIX C PAKOM ...... 1900
20.4.2. MHorue TeHbl, OTBETCTBEHHbIE 32 PA3BUTHE PAKa, PETYJIUPYIOT JleseHIe

38 (3 o) P 1902
20.4.3. B pakoBBIX KJIETKaX 3a HAPYMIEHUS PETYJIAINH KJIETOYHOTO ITHKJIA

1 POCTa MOTYT OTBEUATD PA3HBIE MEXAHMBMBI .....evteiiiiiniineenennenenennn 1905
20.4.4. MyTanuu B TeHaxX, PETYJUPYIONIUX alloNTO3, MO3BOJSIOT PAKOBBIM

KJIETKAM BBIKUBATH B HEOJATOTPUATHBIX YCTOBIIX . .uevvevnreenanennennnnn. 1905
20.4.5. Myranuu B rete p53 103BOJIAIOT MHOTUM KJETKaM BbIKMBATh M IIPO-

smdepnpoBath HecMOTps Ha ToBpeskaensa JTHK ...l 1907
20.4.6. [THK-conmep:xanmiie OHKOTEHHBIE BUPYCHI OIOKUPYIOT KJIIOYEBBIE OITYXO0-

JIEBDBIE CYTIPECCOPDI -t eteeetneteeete e et et e et et et e et e et e e e een e ene e 1910
20.4.7. Myranuu, npuBo/isiiiine K METACTA3UPOBAHUIO, JI0 CUX TOP TOJHOCTHIO

HE BBISICHEHDL . .. oe. ittt ettt e et e e ettt e e 1911
20.4.8. Pak ToJICTOI U TIPSAMOIT KUTIIKH MTPOTPECCUPYET Me/IJIEHHO, TPOXO/IS PSIT

HOCTIEZA0BATEIBHDBIX MBMEHEHUI .. ..\eutieniit it 1914
20.4.9. HecKOJBKO KJIOUEBBIX T€HETHUECKIX TOBPEXKIEHUI XapaKTePHbI [T

MHOTHX (POPM paKa TOJCTON M MPSIMON KHIITKIL. . ....eveeeneeneenaennennnennn 1916
20.4.10. B HEKOTOPBIX CIydasx pak TOJCTON U IPSIMOI KUIITKI XapaKTePU3yeTcs

HapyTIeHIeM CHCTEMBI perapalfiii ONTMO0YHOTO CITAPHBAHUS ................. 1918
20.4.11. Cragum mporpeccHpoBaHNS OIyXOJIH YacTO KOPPEJHPYIOT C OIpeie-

JTEFHBIMU MYTATTFISIMI ... e eveetteeaeeee et et e e e e e e e et e e e e e aneeneenaas 1920
20.4.12. Kaxxaprii caydail pakoBoro 3a60JieBaHUS XapaKTEPH3YeTCS CBOMM

CcOOCTBEHHBIM HAGOPOM TEHETUIECKUX TOBPEMKIEHTI ... evv v eineeeaieaennnn, 1921
SAKTIOUCHUEC ... ... 1922

20.5. Jleyenne paka: CETOJHS M 3aBTPa
20.5.1. Tlouck JekapcTBa OT paka TPY/JeH, HO He OE3HATEIKEH .........ceuvvvrnnnnn.. 1923
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20.5.2. Tpaaummontble METObI JIEYEeHN OMMPAIOTCS HA TEHETHIECKYIO HecTa-
OMJIbHOCTD PAKOBBIX KJIETOK W HapyIIeHWe PeryJsiyd X KJIETOUHOTO

03410 £ VP 1923
20.5.3. 3Has MIpUYNHY TeHETUIECKON HeCTAOUIBHOCTH KJIETOK OIYXOJIH, MOKHO
Pa3paboTaTh HOBBIE METO/IBT JIETEHTIS .....uvvnevneeneeneeneeeeenennennennerneennenns 1924
20.5.4. T'emermueckass HeCTAOMIBHOCTD MOXKET CHOCOOCTBOBATD YCTONYMBOCTH
PAKOBBIX KJIETOK K JIEIEGHBIM BOBJIEUCTBUSM ....vvverieerneeneinennannaennnn 1925
20.5.5. Pa3zpaGoTka HOBBLIX METO/JOB TEPAlMi ONMMPAETCS HA HAIW 3HAHHUSA O
OVIOTTOTTITT PAKQ. + e e ete et et et e e e et et e et e e e et e e e e e et e e e eaeeaeanas 1927
20.5.6. HexoTopble HM3KOMOJEKYJISAPHDBIE TIpernaparbl MOTYT CIelH(IYecKn
UHTAOUPOBATD OHKOTEHHBIE OEITKIT .....vvieeineineineineineeneeneenaeinennenneanns 1928
20.5.7. KpoBeHocHBIE COCY/BI OMYXOJH SIBJSIOTCS OOOCHOBAHHON MWIIEHBIO
TEPATTIIHT PAK .+ eveeeteta et et et e e e aeeeaeea e et e e e et e e e e e e e e et e eneenaeneanas 1930
20.5.8. Bo MHOrEX caydasx pak MOXKHO JIEUUTh, CTUMYJUPYS UMMYHHYTIO pe-
AKITMIO HA KOHKPETHYTO OTTYXOJITD et vntttnetanetenettneaeneeenaaneieanenaenanns 1931
20.5.9. OpHOBpeMeHHOE JeUeHe PaKka HeCKOTBKIMI MIperapaTtaMi MOKeT ObITh
00TTEE ADMEKTIBHDBIM ... eveeseneineinetnettett et ea et et eaneeneaneeneeneeneenaanas 1931
20.5.10. IIpodummpoBanue 9KCIPECCUN TEHOB MOKET TIOMOYD POBECTH KJTUHU-
YeCKN 3HAUNMYIO KJIACCH(UKAIIIO OHKOJOTHIECKUX 3a00/IeBAHNU . .......... 1932
20.5.11. MHOTOE €T TPEACTOUT CIEIATD. ... vveeteeenenneinerneeneenaeneenaenaannennnes 1933
Saknrouenue
BAOAUU. ...
JAumepamypa.....................
I'naa 21. IlosoBoe pas3mMHO:KeHHE: Meii03, MOJOBbIe KJIETKH H OMJIOJOTBOPEHHE............. 1941
21.1. TIOSIOBOE PABMHOMKEHTIE ... .. eeteti ettt etat ettt e et e e e e e e e et et e e eeaneees 1942
21.1.1. Tamnongaag pasa y BBICHINX 9YKAPHOT HETPOAO/DKUTEIbHA. ................ 1943

21.1.2. Meiio3 o6ecrieunBaeT reHeTHYECKOe MHOrooGpasne
21.1.3. IlomoBoe pasMHOXKEHHE JAeTaeT OPTAaHU3MBI 6oJiee KOHKYPEHTOCTIOCO6-

HIBIMI ..ttt 1944
SAKTIOUCHUC . ... oo 1945
21,20 MRS ..t 1946
21.2.1. TaMeTBI BO3HUKAIOT B pe3yJbTaTe ABYX ACTCHUI MeH03a ..................... 1946
21.2.2. B npodase I yasoentbie roMooru (B TOM YrC/Ie HOJIOBbIE XPOMOCOMbI)
CHAPUBAIOTCST IPYT € JIPYTOM ..ttt ettt et et e e e eie e e et e e eaeeaneanes 1948
21.2.3. Kowbloraiyisi TOMOJIOTOB 3aBepiiaercsi 06pasoBaHieM CHHAIITOHEMHOTO
KOMIITIEKCA ...ttt ettt et e e e et e e 1950
21.2.4. B pacxo:/ieHI1 TOMOJIOTOB YYACTBYIOT CIIEITI(PITIHDIE /1T Meiio3a GesK,
CBA3QHHDBIE € KITHETOXOPOM ... ..u ettt et ettt eeteea et eaneeneaneeneeteeneenaennaanas 1952
21.2.5. Yacto Mefio3 TPOMCXOANT C HAPYIICHIAMI .....uevunieneieneiieninerinennnenn. 1955
21.2.6. KpoccuHroBep yBEIMUMBAET UYICIO HOBBIX COUCTAHUII TEHOB ................ 1955
21.2.7. KpOCCHHTOBEP CTPOTO PETYIUPYETC ..cvuevievieiieiieeieeieaienienineens 1957
21.2.8. Y caMI[OB 1 caMOK MJIEKOIHTAIONIIX MeH03 PeryJmpyeTcs mo-pasHomy .. 1958
SAKTIOUCHUC . ... 1959
21.3. TlepBrunble TOJOBDIE KJIETKU U ONPEAETICHNE MOMA Y MIEKOMUTAIONHX .............. 1960
21.3.1. CurHIBI COCEHNX KIIETOK OTPEIETSIIOT B AMOPUOHAX MIIEKOTNTAIOINX
6y IyIIne TePBUYHDIC TOTOBDBIE KIETKIT .....evuevterieiieiieeeenieninenanenens 1960
21.3.2. IlepBudmHbIe MOJOBBIE KJIETKU MUTPHPYIOT B PAa3BUBAIONINECS MOJIOBLIE
FKEJIEBDL ..ttt e ettt e et 1961
21.3.3. Ten Sry 3acraBisger pa3BUBAIONIIECS TIOTOBbIE JKeJIe3bI MIEKOTUTAIOINX
TIPEBPAMIATHCA B CEMEHHITKI ..ottt eeieei et et et e e e e e e eeaeaeaens 1962
21.3.4. MHor#e XapakTepUCTUKH MOJOBOTO PA3MHOMKEHHST CUIbHO N3MEHSIOTCST
OT OJTHOTO BUJIA JKUBOTHOTO K JIPYTOMY ....evuneetenieiineiieeienienienanenans 1966

SAKTIOUCHUEC . ... 1966



12 CopeprkaHue

D DR/ 2701 () 0 (1 . ¢ PSPPI 1967
21.4.1. SimexyIeTKN MPeCTaBIAIOT CO60H BBICOKOCTIEIATN3NPOBAHHDIE KICTKH,
CTIOCOOHBIE K HE3ABUCUMOMY PABBUTHIO. ... vttt etneenerneanerneenarneanenennnns 1967
21.4.2. SiitiexIeTka MPOXOINT B CBOEM PA3BUTHN HECKOJIDKO CTAMH ............... 1969
21.4.3. SliiniexyeTka JOCTUTAET KPYITHBIX PAa3MepoB Oarofapst CHeajbHbIM
MEXAHTIBMAM ...ttt et ettt et et ettt et et et et e e e eeanes 1971
21.4.4. BonbIMHCTBO SUTEKTETOK YeTOBeKa MOTUOAET 10 CO3PEBAHUSA ............. 1974
SAKTIOUCHUE ...t

21.5. Cnepmarosons
21.5.1. CrepMaTo30m/Ip! OTJIMYHO TIPHUCTIOCO6JIEHDT A7 BHeceHns coeit JJHK
L3 1711 (S (<N 0 PR 1976
21.5.2. B cemennmKax MJIEKOTIUTAIONINX CIIEPMATO30H/IBI 00Pa3yioTcs: mocTossHuo . 1977
21.5.3. Cmepmaro3onp! 06pa3yioT CHHITUTHI
SAKTIOUCHUE ...ttt
21.6. OTTOMOTBOPEHIIE ...\ vueteeeiete e eie e et e e e e e e e et e et e e e et e e e e eneeens
21.6.1. CospeBanue ClepMaTO30H/Ia 3aBEPHIAETCST B JKEHCKUX MOJOBBIX MyTsX... 1982
21.6.2. KananmTupoBaHHbII ClIepMaTO30M/1 CBSI3bIBAeTCs ¢ zona pellucida v 3a-
MYCKAET AKPOCOMHYIO PEAKIIHIO ... eveeeeveevnetneeteennenenneineaneeneaneennenenns 1983
21.6.3. MexanuaM CAUSHUS CIepMaTO30H/Ia C SHTIEKTETKON €ellle HEM3BECTEH . ..... 1984
21.6.4. Caustaue co CliepMaTo30M/I0M aKTHBUPYET SIHIEKIETKY, TOBbIIIAs KOH-

HEHTPAIMIO CaZt B IUTOIIAZME. ... ... uuuee e e e e 1985
21.6.5. KopTukambHas peaknuns moMoraeT N36eKaTh MOTUCTIEPMAT ................. 1986
21.6.6. Bmecte co cBoefi TeHeTuecKoil nHOpMaIeil criepMaTo301i BHOCHT B

B2 1700 (5 ) (o 0 A 1 (6 i 0) 4 (01 PPN 1987

21.6.7. Meroapt IKO (IVF) u UKCHU (ICSI) 11pousBeiu peBOJIOLHIO B JIEYeHUH
GECTITIOMIS Y UETIOBEKR «. .. eeeeeeeeiiiteeeeeee ettt e e e e e et e eeeeeennaeeeees
SAKTIOUCHUE ...
JTUMCPDAMYDA . ...

I'zaBa 22. Pa3BuTHE MHOTOKJIETOYHBIX OPTAHMBMOB. . .cucututntntnentnenencneneencnenenenencnenenss
22.1. YHuBepcasbHble MEXaHU3MbI PA3BUTHUST JKUBOTHBIX
22.1.1. Hekoropbie OCHOBHbIE aHATOMUYECKIE OCOOEHHOCTH, OOIIHE Yy BCEX

B8 (0N £15) b GO 1998
22.1.2. MHOTOKJIETOUHbIE >KUBOTHbBIE HA/EJEHbI OeJKaMU, ONOCPELYIONUMI
B3aUMO/ICHCTBIE KJICTOK M PETYJISIINIO TEHOB ...uvuitinitineieieieiannaiennenns 1998

22.1.3. Tlporpammy pa3Butis opranusma mpenomnpezaenser peryastopras JHK . 2000
22.1.4. MaHUYJISIIN C 3aPOJIBITIIEM PACKPBIBAIOT MEXAHU3MbI B3aUMOIEHCTBIIS

MESK/LY €TO KITETKAMI .. .eve it ettt et eeetne e e e eie e et e e e e e aneeneeeaeens 2002
22.1.5. VccnenoBanmst MyTaHTHBIX SKMBOTHBIX TTOMOTAIOT WAEHTH(MUITMPOBATDH

T€HBI, KOTOPbIE YIIPABJISIOT MTPOIECCAMU PAZBUTHSI .. ..ueveeveeeeaeneeenneennnn. 2003
22.1.6. 3a110T0 10 BUIMMBIX U3MEHEHU KJIETKA IIPUHUMAET PEIIEHNUST, CBSI3aH-

HBIE € PABBUTHEM........tieetitettt et et et et e e et et et e e et e e e et et e et eaeaeaaanas 2004
22.1.7. KneTkn 3aOMUHAIOT TIO3UITMOHHbBIE 3HAYEHNUS, KOTOPbIE OTPAXKAIOT UX

MECTOTIOJIOMKEHTE B TOIIE ... eetntnenenenatateteteee et e e aeaet et eeee e e e enenenananans 2006
22.1.8. VHayKTHBHbIE CHTHAJIBI MOTYT IPUBECTH K TIOSIBICHNIO YIOPSTOYEHHDBIX

DB MEXKIY TePBOHAYATBHO MIEHTHIHBIMI KJIETKAMU .. ..'vveevneene... 2007
22.1.9. Ilpu acuMMeTpUYHOM JIeJIeHUH KJIETKH MOTYT BOSHIUKHYTh OTJINYAIONTHECS

JIPYT OT JAPYTA CECTPUHCKMIE KICTKH . e.vneteinetieneteneteneteieieiaaneneenannnn 2008
22.1.10. TlomoskurenbHas oGpaTHast CBSI3b CITOCOOHA BBI3BATH ACUMMETPHIO TaM,

TJIE€ €€ PAHDBIE HE ODBITIO ... \uitinieeise et et et e et e et et e e e e e ae e aeaeaeanns 2008
22.1.11. TlonoxkurenbHasi 00paTHAS CBSI3b CO3/IAET CTPYKTYPBI OpPranusma, ooe-

CTIEYNBAET OTBET «BCE MM HIYETO» W KJIETOUHYIOTIAMTD ..vvovveevneeneanenn. 2011

22.1.12. TIporpamMMaMu pa3BuUTHsI YIIPABJIeT HEGOBIION HAGOP MHOTOKPATHO
MCTIOJTB3YEMBIX CUTHATBHDBIX TIYTEM ..eeneiteieeieiieiieieie e e 2012
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22.1.13. Mopdorenbl — WHIYKTOPDI JATbHETO AHCTBUS, KOTOPbIEOOECTIEYHBAIOT

TPAIYATBHBIT AMMEKT ... vttt e ettt e e e 2012
22.1.14. BHekJeTOuHbIe MHTHONTOPBI CUTHAIBHBIX MOJIEKYJT (DOPMUPYIOT OTBET

13 P 15 14 8 (o) 0 SRR 2013
22.1.15. CurHajbl K pa3BUTHIO MOTYT PACIIPOCTPAHATHCS Yepe3 TKAHb HECKOJTh-

KUMU PABTIIHBIMI TLYTIMIT ... eeuevteiteieeeteea et et eineaneaneeneeneaneeneeaenneenns 2014
22.1.16. Yacto XpOHOJIOTHIO PA3BUTHS KJICTKH ONPEICTAIOT 3aT0KEeHHbIE B Hee

TIPOTPAMMDBI ... et et eete et e e e e et et e e e e e e e e e et e e e eneeaeanas 2016

22.1.17. VcxomgHble CTPYKTYPBI 3aKJIA/IBIBAIOTCS B HEOOIBIINX apeasiaX KJIeTOK,
a 3areM, IO Mepe TOTO KaK 3apOJBIII PacTeT, yTOYHAIOTCA 3a CYeT MO~

CTIEIOBATETHHOM THILYKITIT ... eveetteteeeteee et eaeaneaneaneaneaneeneeneenennaanns 2017
SAKTIOUCHUE ... .2018
Caenorhabditis elegans: pa3Butne ¢ TOUKH 3PEHUSOTAETBHON KIETKH. ............. 2019
22.2.1. B anaromuueckom ornomernn Caenorhabditis elegans nososbro mpoct . 2019
22.2.2. Cynpba K10 KJIETKU Pa3BUBAIOIIENCS HEMATOIbI MTpe/ICKa3yeMa....... 2020
22.2.3. AcmMMeTpHUYHOe [esieHne Sila 06ecTednBaeTcsl MPOAYKTaMI TeHOB

MATEPIHCKOTO APMEKTA ...ttt 2021
22.2.4. 3a cueT MeKKJIETOUHBIX B3aUMO/IEHCTBII CO3/IAI0TCS TIOCJIeI0BATENHLHO

YCJIOKHSTIOMIAECS CTPYKTYPBI OPTAHMBMA. ... evneenevneenernerneenenennennannennns 2023
22.2.5. MUKpOXupyprus U TeHeTHKA PACKPBIBAIOT JIOTHKY KOHTPOJIS Pa3BUTHS,

KJIOHUPOBAHKE U CEKBEHNPOBAHNE TEHOB — €ro MOJIEKYJSPHbIE MeXa-

15045330 2024
22.2.6. Co BpeMeHeM CrOCOOHOCTD KJIETOK pPearnpoBaTh Ha CBI3aHHBIE C Pa3-

BUTHEM CHUTHABI MBMEHICTCS ..ottt eeit et et e e e e e e e e 2025
22.2.7. TeTepoXpoHHDBIE TEHBI YIIPABJIAIOT BPEMEHHBIM PEKUMOM Pa3BUTHA ... 2026
22.2.8. Kierkn He OTCUNTHIBAIOT YMCJIO KJIETOUYHBIX JIeJIEHII , CIe0BATETHHO,

He XPOHOMETPHPYIOT CBOM BHYTPEHHNE TTPOTPAMMBI TAKUM CITOCOOOM ...... 2028
22.2.9. VsbupatesbHas THOENDb OMPeIeTeHHbIX KJIETOK MTyTeM allonTo3a BXOIUT

B TIPOTPAMMY PA3BUTHUS OPTAHIBMA .. vvieetneineineeneaneenaenenenennannaenns 2028
SAKTIOUCHUE ... 2029

Jlposoduia 1 MoJieKyJIsIpHAs reHeTHKA 00PA30BaHUs TKAHEBBIX CTPYKTYP: (op-
MUPOBAHHE OOIIETO MIAHA CTPOCHIIT TEMA. ... eeueeeieeteineiiieeeiienaineeeiieeainnens
22.3.1. Teso HACEKOMOTO TIOCTPOEHO B BUJIE PsAJIa CETMEHTHBIX €/IIHUI]
22.3.2. [lposocduia HAYMHAET CBOE PA3BUTHE C CHHIIUTIS «...uvvnenneenneennennnenn.
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reHOB, BOCTPeGOBAHHbBIE /IS OCOOBIX MOMEHTOB HAYAIbHOrO (hOPMHPO-

BAHUST OPTAHIIBMA ... evtete ettt et etet e e eaeeaeeteea et e e e e e e e e e eeneenennas 2035
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(0162008 (055310} (0} 13 ) /o NP 2042
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HYIO KapTUHY 9KCIIPECCHH, 3aITTOMIHACMYIO APYTUMH TEHAMH ................. 2048
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22.5.10. JlarepasbHoe HHTHONPOBaHNeE OTOIPAET CEHCOPHBIE MATEPUHCKIE KJICTKI
13 KJIACTEPOB TPOHENPATBHBIX KIIETOK ....vvvniserinetnenernesainanernaseananaanns 2073
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22.6. Ilepemeriennst kjaetok n (pOpMUPOBAHNE TeJa MO3BOHOYHOTO SKUBOTHOTO............ 2083
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22.7.3. 3apo/bllll MIEKOTUTAIONNX CO/IEPKUT TOTHIOTEHTHBIE SMOPHOHATbHDIE
CTBOJIOBBIE KITETKIL ...ttt et et et e et ettt e e e e e e e e 2111
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30BAHUIO BETBANIIXCS TPYOUATBIX CTPYKTYD vvevnrnrrrnernennernennernennnenns 2112
SAKTIOUCHUE ...

22.8.1. HelipoHbI HafEIAIOTCS PA3INIHBIMI POJISIMH, 3aBHUCSAIINMI OT BPEMEHH

T MECTA UX POIKICHUST .ottt eiee et et e e e e e e e ene e 2117
22.8.2. Ot THna, Ha3HAYEHHOTO HEHPOHY MPH €T0 POKIEHNN, 3aBUCUT, KaKWe

CBSA3U OH OYJIET OOPABOBBIBATD ... evveveeetitetneineinetneeneeneeneanaenenennaanns 2118
22.8.3. Kaxaprii akCOH WM JIEHIPUT YIJTUHSIETCS TOCPEACTBOM KOHYCa POCTa

HA CBOEM KOHUITKE ... ..eeteiieii et et e et e et et et et et e e e e aeeeeens 2120
22.8.4. Konyc mapactanusi BeJleT Pa3BUBAIOIININCS i 0iv0 HEHPHUT MO TOYHO

BATATHOMY KYPCY vt evtetntteaetnetneinetaetaeea e et et et et e e e eete e eneeaeanas 2122
22.8.5. Konychl Hapactanusi 06JaJaioT BO3MOMKHOCTHIO M3MEHSTH CBOIO UyB-

CTBUTEILHOCTD TIO Mepe TTPOXOSKICHISA N30PAHHOTO UMH MYTH................ 2125
22.8.6. Tranu-MuIIeHn BBIAEJAAIOT HelipoTpodmdeckne (HakTOpbl, KOTOPBIE

VIPaABISIOT POCTOM W BBIKMBAHUEM HEPBHBIX KJIETOK ....uevenvnneienennnennn. 2126
22.8.7. CrermuuaHOCTh HEPOHOB JIEXKUT B OCHOBE (DOPMUPOBAHUS YIOPSIIO-

YEHHBIX HEHPOHHBIX KAPT . vuevnetnernetnetneneteteanetneaneeneenetneanaenenennes 2128

22.8.8. AKCOHBI, IIyIIIE OT PA3HBIX 06IacTelt CeTIATKH, TTO-PA3HOMY pearnpyioT
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(03721 o PPN 2130
22.8.9. [Iuddysnas KoHGUTYpaIsa CHHANTIYECKNX CBsA3elt mprno6peTaeT 6oree
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22.8.10. OmnpIT hopMyeT B MO3TY KOH(MUTYPAINIO CHHATITHIECKHUX CBs3el.
22.8.11. ITamMaTb B3pOCIOif 0COOU U MEPECTPOITKA CHHATICOB B IEPUOJT PA3BUTHS,

BO3MO3KHO, KOHTPOJHUPYIOTCS CXOKUMI MEXAHUBMAMI . ......ueivneenennnnn. 2136
SAKTIOUCHUC . ... 2137
22.9. Pa3BUTHE PACTEHIIIT ....uitittiteii ettt et ettt e e e e aanas 2138

22.9.1. B kauecTBe MOJIEJILHOTO OPraHu3Ma JIJIsI UCCJIEIOBAHUS MOJIEKYISTPHOM
TeHeTHKH pacTeHnii 06braHo Hcnoabsyercst Arabidopsis thaliana........... 2139
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22.9.6. JlambHOAENCTBYIONINE TOPMOHATBHBIE CUTHAJIBI KOOPIMHUPYIOT PA3BUTHE
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23.3.1. B anpBeosiax JIETKUX COBMECTHO PAabOTAIOT KJIETKH POJICTBEHHBIX THIIOB . 2194
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peryspyercst curtasiamu Notch Mesk/y sHIOTeMaTbHBIMI KJIETKAMH ... 2216
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23.5. OO6HOBIeHNE MYJIBTUIIOTEHTHBIX CTBOJIOBBIX KJIETOK: 00pa30BaHUE KJIETOK KPOBH ... 2220
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24.2.10. Bupycol mpnHEMaOT Ha cebs yIpaBJjeHHe MeTaGoJIM3MOM KIETKHI-
XOBAIHA. ..ottt et et
24.2.11. IlaTorensl MOTYT N3MEHSTD TIOBE/ICHIE XO341HA, C TeM YTOOBI 06JIeTINTD
CBOE PACIPOCTPAHEHIIE ...\ttt eai et eeaei et e e e et e eeaaans
24.2.12. ITlaroreHbl GBICTPO IBOJIOIUOHUPYIOT
24.2.13. 13MeHYNBOCTD AaHTHTEHOB Y TATOTEHOB OMOCPEI0BaHA MHOTHIMH MeXa-

13043021\ 1 PP
24.2.14. OcHOBHAS ABIKYIAS CHJIA 9BOJIOINN BUPYCOB — OIMMOKH PETLINKA-

1341 P
24.2.15. Hapacrarormas npo6jeMa — JeKapCTBEHHAs YCTOHYMBOCTD TTATOTEHOB. .
SAKTIOUCHUEC ...t

24.3. Bapbepbl IpoTHB MHQEKINT I cucTeMa BPOSKICHHOTO UMMYHHUTETA ....o..uevenenne..
24.3.1. DunrennanbHble TOBEPXHOCTU 1 Je(DeHCUHBI TIOMOTAIOT TPEIOTBPATUTD
BAPATKEHTIC ...ttt et et e ettt et et ettt e
24.3.2. Kretkn 4esoBeKa pacmo3HAIOT KOHCEPBATHBHbBIE TIPU3HAKI TTATOTEHOB ...
24.3.3. AKTUBAIS KOMIIEMEHTA JIEAeT TaTOTeH MUIEHBIO Uit (Daroimrosa
L 17 1L RO S
24.3.4. Toll-nopo6ubie 6esikn 1 6enku NOD — npeBHeiiiiee ceMeiicTBO aTTepH-
PACTIO3HAIOIIIX PEIIETITOPOB ..t ettieeiineeetieeean et e e e e e e e aeeaenas
24.3.5. DaronuTHpyIoNye KJIETKH OTHICKIBAIOT, MOTJIONIAIOT W YHUYTOKAIOT
TTATOTEHBI .+ttt ettt e e et et e ettt e et e et e e e et e e e e aeees
24.3.6. AKTHBHpOBaHHbIE MaKPO(harn y4acTByOT B PA3BUTHH BOCIAIUTETHHOM
PEAKITUHI B OUATAX BAPATKEHIS .« eeeeeeeieeeiieeeineeeai e e e e e e e aeennnas
24.3.7. 3apaxeHHDBIE BUPYCOM KJIETKN TIPHHUMAIOT PEITUTEIbHBIE MEPBI, YTOODI
[IPEIOTBPATHTD €10 PETLTHKALIIIO ... eeeteeiinseeiieeeinaeeeinaeeineeeeinaeeannes
24.3.8. Harypasbuble Kuiaepbl MOOYXKIAIOT 3apayKeHHbIE BHPYCOM KJIETKU
K CAMOYHUUTOMKEHIIO ...ttt eeeie et e e e e et e e e et e e e e e eeaneees

19

2334
2338



20 CopeprkaHue

24.3.9. [lennpuTHDIE KJIETKH 06ECTICYNBAIOT CBA3Db MEX/IY CHCTEMaMH BPOSK/ICH-

HOIo n HpHOépeTeHHOI‘O NMMYHHUTETA

SAKTIOUCHUE ...t
JTUMCPDAMYDA . ... e

TiaBa 25. CucreMa MPUOGPETEHHOTO HMMYHHTETA ..evuennernrennrenrenrensennsensennsensennsensss 2301
25.1. JlumoIuThl U KIETOYHbIE OCHOBBI IPHOOPETEHHOr0 UMMYHUTETA
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KneTtouHble KOHTaKTbl, agresuna
N BHEKJIeTOUYHbIN MaTPUKC

N3 Bcex THUIOB B3aMMOJIEHCTBHII KJIETOK B MHOTOKJIETOYHOM OpraHusaMe HamGo-
Jiee (PyHAAMEHTATBHBIMU SBJSIOTCS B3aMMOJEHCTBUSA, YAEP:KUBAIOIINE KIETKH BMeCTe.
Kretkn MoryT npucoeuHATbCA APYT K JAPYTY TIOCPEJCTBOM TIPSMBIX MEKKJIETOYHDBIX
KOHTAKTOB JTMGO YCTAHABJIMBATH MEXAHUYECKYIO CBSI3b € MOMOIIBIO BbIIEJNSEMbIX UMU
BEIIeCTB; TaK WM WHAYE B IIEJIOCTHOM MHOTOKJIETOUHOM OPraHU3Me OHU JIOJKHBI ObITh
CBSI3aHBI MEK/IY COOOIL.

MexaHI3MbI KOTe3UH OTPEE/ISIOT apXUTEKTYPY Tesla — ero (hopMy, MeXaHUJYecKue
CBOMCTBA M pacmpeziesieHne KJIeTOK pa3JndHbIX THMOB. CoeqmHeHns MeXIy KJIeTKaMu
06pasyIoT Iy TH COOOIIEHS, TO3BOJISA KJIETKaM OOMEHNBATHCS CHTHAIAMH, KOOPANHUPYIO-
MIUMA UX TIOBE/ICHNE 1 PETyIMPYIONINMI KCITPECCHIo TeHoB. [Ipukpernienne K coceiHnM
KJIETKaM M K BHEKJICTOYHOMY MATPHUKCY BJANSET HA OPUEHTAINIO BHYTPEHHUX CTPYKTYDP
KJIETKH. Y CTAaHOBJIEHWE W PA3PbIB KOHTAKTOB, MOANDHUKAIIA MAaTPUKCA YIACTBYIOT B MU-
TpaIy KJIETOK BHYTPH PA3BUBAIONIETOCS OPTaHW3Ma M HAIIPABJISIOT X JABWKEHNE TIPH
peraparyoHHbIX mporeccax. TakuM 00pa3oM, chucTteMa KJETOYHBIX KOHTAKTOB, MeXa-
HU3MOB KJIETOYHOH a/[re3nN 1 BHEKJIETOYHOTO MAaTPUKCA UTPAET MPUHITUITNATIBHYTIO POJIb
BO BCEX MPOSIBJICHUSAX OPTaHU3aIy, (DYHKITMOHUPOBAHNS 11 ITHAMIKH MHOTOKJICTOYHBIX
OpraHu3MoB. B HapylIeHusx 9Tol CHCTEMbI KOPEHSTCS MHOTHE 3a00JI€BaHUSI.

Bomee Bcero nmopaskaior BooGpaskeHne GOIbIIIE MHOTOK/JIETOYHbIE OPTaHU3MBbI, O~
WCTHHE TI1e/IeBPbI CTPYKTYPHOH MHKeHepui. Be/lb KIeTKH — 3TO MajJeHbKue, XPYITKHIe
U 4acTO TMOJBUKHBIE OOBEKTDI, 3aII0JHEHHbIE BOJHOW BHYTPEHHeN Cpeoil U OKpYy:KeH-
Hble TOHKOI TIIa3MaTHYeCKON MeMOPaHOil; OJIHAKO MUJIHOHBI TAKUX OOGBEKTOB MOTYT
006pasoBarh CTPYKTYPY CTOJb MACCUBHYIO, CTOJIb MPOYHYIO M CTOJIb YCTOIUYMBYIO, KaK
HaIpuMep, JIOa/Ib WK JAepeBo. Kak ke 3T0 BO3MOXKHO?

Kak Mbl yBusmM B rJiaBe 23, TKaHW >KMBOTHBIX HEOObMAWHO Pa3HOOOPA3HBI, HO
GOJIBIITUHCTBO U3 HUX MTPUHAJJIEIKUT K OJTHOM U3 IBYX OOJIBIIIX KaTETOPUil, COOTBETCTBYIO-
UX JABYM apXuTeKTypHbM TuniaM (puc. 19.1). B coeMHUTENbHBIX TKAHSIX, TAKUX KaK
KOCTDb WJIM CYXOXKIJINE, BHEKJIETOYHBII MaTPUKC XOPOIIO BBIPAXKEH, & pactpeieTleHHbIe
B HEM KJIETKU HEMHOTOUNCIeHHBI. MaTpukce 60raT BOJTOKHUCTBIME TIOJUMEPAaMU, 0COOeH-
HO KO.JI1A2eHOM, N IMEHHO MATPUKC, a He KJIETKU, IPUHNMaeT Ha ce6s GOJIBIIYIO 4acTh
MeXaHWM4YeCKOi Harpyskn. [IpsMble KOHTAKTbI MEKIy ABYMS KJIETKaMH OTHOCHUTETHHO
PEIIKH, OJJHAKO Y KJIETOK €CTh BasKHAS CBSI3b C MATPUKCOM, UTO MO3BOJISET UM HATATUBATD
€TO W CAMUM PACTATUBATHCA O BO3/IEHICTBIEM BHEKJICTOYHOI CPE/IbI.

Kretkn anmTe masbHBIX TKAHeH, TAaKNX KaK BBICTHJIKA KUIIIEYHIKA FJTH ATTH/IepPMAJTh-
HBII TTOKPOB KOKM, HAIIPOTUB, TECHO CBSI3aHBI JIPYT C APYToM U (GOPMUPYIOT TIJIACTDI,
Ha3bIBaeMble MHUTEIHEeM. BHeKIeTOYHOTO MaTprKCca Majio, OH MPe/ICTaBIeH B OCHOBHOM
TOHKOI TIIACTHHKOI, HasbiBaeMol 6a3ayibHOI MeMOPaHOW, ¢ OJHOI CTOPOHBI MOJCTU-
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MexaHuyeckne
BO3ENCTBUSA
- nepepnatoTca
—— OT KNeTku
1 K KneTKe no
anuTenuanbHas dunameHTam
TKaHb LmTOoCKeneTa,
CBA3aAHHbLIM
6asansLHas ¢ cantamm
nnacTuHka aaresny KneTok
Apyr ¢ opyrom
1 C MaTPUKCOM
2 BHEKMETOYHbIN
coeanHUTEnNbHas MaTpuKC
UEELID Hanpamyio
UCMbITbIBaET
KonnareHoBble —— a":;‘g:)‘:‘(;ﬁa';”e
sonokna 1 cxatus

Puc. 19.1. [1Ba OCHOBHbIX Coco6a NPUKpeneHUa XXUBOTHbIX KNETOK APYr K Apyry. B coeanHUTENbHBIX TKa-
HAX CONPOTUBIEHNE MEXaHNYECKMM BO34EeMCTBUAM OKa3blBAET B OCHOBHOM BHEK/IETOUHbIM MAaTpUKC. OaHAKO
B 3MNWUTENNANBbHON TKAHW 3Ty GYHKLMIO BbINOAHAOT LIUTOCKENETbI CAMMX KNETOK, CBA3AHHbIE B €AUHYIO CEeTb
NPUKPENNAOLWMMM KOHTaKTaMU. KOHTaKTbl KNETOK M MaTpUKCa CKPenatoT aNUTeIManbHyo TKaHb C coeau-
HUTENbHOW TKaHbIO, IeXKaLLLel noa Hew.

Jatonieil miaact. B cocraBe snuTesust KITKU NPUKPEIVIEHbI APYT K JAPYry HAlPSMYIO
TTOCPEICTBOM MEKKJIETOUHBIX aJTe€3NOHHBIX KOHTAKTOB, HAa KOTOPBIX 3asKOPEHBI (DILIa-
MEHTBI IUTOCKeJIeTa, KOTOPbIe Mepe/laloT MeXaHMUEeCKyI0 Harpy3Ky 4epe3 BHYTPEHHOCTb
KJIETKM OT OJIHOTO caifta ajresuu 0 APyroro.

@Dusnuecknue KOHTAKTbl UIPAIOT NPUHIMIHNAIBHYIO POJib, KaK B SIUTEJNNH, TaK
1 B HE3NUTEIMATbHDBIX TKAHSIX, OJHAKO COeMHEHUs KJETOK JIPYT C JPYroM W/ C BHE-
KJIETOUYHBIM MaTPUKCOM OYeHb Pa3HOOOPA3HBI IO CTPYKTYpeE, a UX (PYHKIMN HE MCUYEpP-
MBIBAIOTCS OJTHOM JIMIIb TIepejladyeil MeXaHnYeCKuX B3auMoieiicTBuil. MOXKHO BBIIEINTD
YeTbIpe OCHOBHBIX (DYHKITNH; Kak/lasd M3 HUX MMEET CBOIO MOJIEKYJSPHYIO OCHOBY
(puc. 19.2 u taGauna 19.1):

a) MPUKPEMNAOWME 6)  3AMUPAIOLLME 8) COEAWHEHWA- 2) KOMMYHWUKALOHHBIE
KOHTAKTbI KOHTAKTbI KAHATbI COEANHEHWA

Puc. 19.2. YeTbipe PpyHKLMOHANBHBIX TUNA KNETOYHbIX KOHTAKTOB B TKAHAX }KUBOTHbIX. @) MpuKpenasiowme
KOHTaKTbI CBA3bIBAIOT KAETKY C KNETKOM (Kak NpaBuIo, C MOMOLLbI0 TPAaHCMEMBPaHHbIX 6eKoB Kad2epuHoe)
WUAW KNETKY C MaTPUKCOM (0BbIYHO C MOMOLLbIO TPAaHCMEMBPaHHbIX 6e1K0B UHMezpuHos). 6) 3anupatoLume
COeAMHEHUA (B KOTOPbIX YYACTBYIOT BENKM K/ayOuHbl) repMETU3NPYIOT MPOCTPAHCTBO MEXKAY SNUTeMabHbI-
MM KneTkamu. 8) KoHTaKTbl, dopmupytoLme KaHan (cocTaBneHHble M3 6eNKOB KOHHEKCUHO8 U UHHEKCUHOB),
06pasytoT NyTH, MO KOTOPbIM M3 KNETKM B KNETKY MOTYT MPOXOAUTb HEBObLUIVE MONEKY bl U MOHBI. 2) Kommy-
HMKaLMOHHbIE COEAMHEHMA NPeaCTaBAAOT COBOM C0KHbIE CTPYKTYPbI; KaK NPaBuIo, CPeaN HUX — SAKOPHbIe
6e/1KK, a TakKe 6esIKK, yyacTsyloLLMe B nepesaye curHana.



MaBa 19. KneTouHble KOHTaKTbl, aAre3usa N BHEKNETOUHbIN MaTpukc 1741

Ta6nunua 19.1. PyHKUMOHANbHAA KNAaccUPUKALMUA KNETOUHbIX KOHTAKTOB

ToYKU npukpensieHuUs aKmuHoBbIX husiameHmos
1. MexkneTouHble (aAre3noHHbIE) KOHTAKTbI
2. KOHTaKTbl KNeTKN 1 MaTpuKca
ToyKu npukpensieHUs NPOMeXXyMOYHbIX pUIAMeHMOo8
1. MeXKneTouHble KOHTaKTbl (BeCMOCOMbI)
2. KOHTaKTbl KNeTKu 1 MaTpukca (nonyaecmMmocombl)

1. MINOTHbIE KOHTAKTbI (Y MO3BOHOUHBIX)
2. CenTMpOBaHHble KOHTaKTbl (y 6€Cro3BOHOYHbIX)

1. LLleneBble KOHTaKTbI (Y >KUBOTHbIX)
2. Mna3mopgecmbl (y pacteHui)

1. XuMunyeckmne cMHancol (B HEPBHOW CCTEME)

2. IMMyHHble crHancbl (B UMMYHHOW cucTeme)

3. Mepepava cnrHana mexay KneTkamm yepes BaMmopecTBme nuraHaa ¢ peuentopom (Delta-Notch,
ephrin-Eph 1 T.n.). MprKkpennaiowue, 3annpatoLLme 1 KaHanoobpasyLyme CoeanHEHNA, TOMAMO
CTPYKTYPHO pOfvi, MOFYT BbIMOJSIHATb €LLe 1 CUrHaNbHY0 GYHKLIMIO

1. IIpuKpenuTebHbIE KOHTAKTBI, BKJIIOUAs KAK MEXKKJIETOUHbIE COEIMHEHMs, TAK
U COeJIMHEHNs KJIETOK C MAaTPUKCOM, TIEPENAIOT HANPSIKEHUS Yepe3 BHYTPUKJIETOUHYIO
CB3b ¢ (DUTAMeHTaM1 TIUTOCKETETa;

2. 3ammparoniye coeJMHEeHHs TePMeTH3UPYIOT 3a30Pbl MEXK/LY KJIETKAMU IHUTEHS,
IpeBpaliast mIacT KJIETOK B HEPOHUIaeMblil (Wi Moty poHUIaeMblii) Gapbep;

3. Kanasoo6pasyionue coeaunenust (GopMUPYIOT TYHHEU, COEIMHSIOIIIE IIUTO-
ITa3Mbl COCE/THUX KJIETOK;

4. KoMMyHHKAIMOHHBbIE COEIMHEHHSI TT03BOJISIIOT TIepeaBaTh CUIHAJbBI OT KJIETKH
K KJIETKE Yepe3 X I1a3MaTHuecKie MeMOPaHbl B TOYKAX MEKKIETOYHOIO KOHTAKTA.

XuMudecKre CHHAICh B HepBHOIT cucteMe (eM. TiaBy 11) 1 IMMYHHbIE CHATICHI, OIT0-
cpesyonme B3anMo/ieiictsrie T-uMGOIUTOB € AHTUTEH-TIPEACTABJISIONIUMHU KieTKaMi (CM.
ryaBy 25), SIBJISIOT cO60i HanbGosiee sipKue IpUMePbl KOMMYHUKAIIHOHHBIX COE/IMHEHMIT, HO
OHHM — He e/[MHCTBeHHbIE B CBOeM pojie. [IpuMepbl MESKKJIETOUHBIX KOMMYHUKAIUIT Yepes3
napbl «JiMran—perentops, Takue kak Delta u Notch smi6o adpunbst u Eph-perentopbr,
KOTOpbIE yyKe 0OCY:KIATUCh B TyiaBe 15, OTHOCATCS CIo[a »Ke: JUIsi TOTO 4TOObI JIMTaH (bl
MOTIJIM AKTHBUPOBATD PEIENTOPbI, MEMOPAHbI KJIETOK JIOJIKHBI COTIPUKacaThes. boJee Toro,
MbI YBH/IMM, YTO MPUKPEIUTENbHbIE KOHTAKTDI, 3aIIUPAIOIINe COeIMHEHNST U KAaHAI000Dpa-
3yIOINe COeUHEHNsT UTPAIOT, TAK WM WHAYE, BAKHYIO POJIb B I€pe/laue CUIHAA.

B 1epBoii yactu 3T0ii TJIaBbl MbI 3a0CTPUM CBOE BHUMAaHUe HA KJIETKAX M TKAHIX
JKUBOTHBIX, OOCY/IMB CHAYAA MEKKJIETOYHbIE a/[T€3UOHHbIE KOHTAKTBI, 3aMbIKAIOIINE
COe/IMHEHNS U KAaHATI000PA3YIoIIne COeJIMHEH ST, KOTOPbIE HAITPSIMYIO CBA3BIBAIOT KJIETKY
¢ KJIeTKOll. B kavecTBe npuMepa KOMMYHHUKAIIHOHHOTO COEJIMHEH NS MbI KPATKO OIHITIEM
MeKHEHPOHHbBIE CHHATICHI ¢ TOYKHM 3PEHUs] MEXAHU3MOB MEKKJIETOYHOU /Ire3nu U TIPO-
11ecCOB 00PA30BAHMS CHHANITUYECKOTO KOHTAKTa. Mbl YBUJINM, KaK KJIETKU, UCIOIb3YST
KOHTAKTbI Pa3JMYHBIX TUIOB, OOBEIUHSIOTCS B OPUEHTHPOBAHHDIE AIHUTENUATbHBIE
IJIaCThl. 3aTeM Mbl OOCYIMM BHEKJIETOUHbBIH MATPUKC Y SKUBOTHBIX U POJIb KOHTAKTOB
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MEK/y KJIETKOW M MATPUKCOM BO B3auMOJeHcTBuU Mexay HuMu. Hakower, mMbl 06-
paruMmcsl K pacTeHuAM U TOW LEHTPAJIbHOU POJIM, KOTOPYIO UI'PaeT B UX IOCTPOEHUU
KJIETOUHAsI CTEHKA.

19.1. KagrepunHbl n MeXXKJeTOUYHble aAre3snoHHble KOHTaKTbI

YcrpoiicTBO MEKKJIETOYHBIX KOHTAKTOB HanboJ1ee SICHO MIPOCJIESKUBAETCSI B 3PEJIOM
AIUTEJIMM U B HEKOTOPBIX JIPYIMX TKAHSX, KJIETKU KOTOPBIX IPOYHO CIIEIJIEHBI JIPYT
C JIpyroMm, Hampumep, B cepjledHoil Mbiie. VcciaenoBane sTuX TKaHeill ¢ HOMOIIBIO
3JIEKTPOHHON MMKPOCKOIIMK BIIEPBbIE [O3BOJIMJIO TPOBECTU OOGIYI0 KJIacCUUKAIUIO
aJIre3NOHHBIX KOHTAaKTOB. C TOro BpeMeHu OMOXUMHUKAMU M MOJIEKYJISPHbIMU OHO-
JIOTaMU TI0KA3aHO, YTO Pa3Hble CTPYKTYPbl, PA3INUYUMbIe B 3JIEKTPOHHbIH MUKPOCKOII,
COOTBETCTBYIOT PA3JIMUHBIM MOJIEKYJISIPHBIM CUCTEMAM, KOTOPbIE BBIOJIHSIOT BAXKHYIO
POJIb HE TOJIbKO B 3IUTEJNU B3POCJIOr0, HO TAKXKE U B JIPYIUX TKAHSX, TJie Ha3HAUYEHUE
KOHTaKTa He CTOJIb OYEBU/IHO.

Ha puc. 19.3 cxeMaTn4HO MMOKA3aHbI TUTIBI COSTTHEHWI, PA3TNINMbIC B 9T€KTPOHHBII
MUKPOCKOII Ha CPE3€e 3PEJIOro SIUTENNS, a TAKKe TTOKA3aHO, KaK MeKKaeTouHble (a nMeH-
HO NPHUKPENHUTENbHbIE) KOHTAKTBI, KOTOPbIE HAC Cefidac MHTEPeCyoT, PacHoJaraiorcs

AMUVKATIbHAA
HACTb NAOTHbIE KOHTaKTbI
repMeTM3NpyIoT 3a30pbl
- Mexay anuTenuanbHbIMm
SAMNPAIOLLIEEE ——KneTkamu
COEOVHEHWE
a[re3vVioHHbIE KOHTaKTbI
COSANHUTENbHbIT COEAVHSAIOT NMYYOK aKTUHOBbIX
KOMMIeKe UNaMeHToB O4HON KNeTKn
MEXXKNETOYHbIE C TaknuM e ry4koMm
MPUKPEMUTENBHBIE B coceren knerke
KOHTAKTBI AecMocoMa coeunHAeT
NPOMEXYTOYHbIE
L prnamMeHTbl OQHOMN KNeTku
COEOVNHEHNA- C NPOMEXYTOYHbIMU
KAHATbI drnameHTamu cocegHemn
KNeTKu
MPUKPEMUTEJIbHBIE
LeneBble KOHTaKTbI
KOHTAKTbI MEXTY NMO3BOIAT HEGOMNbLLMM
KIETKOW BOOPACTBOPUMBIM
N MATPUKCOM MoreKynam npoxoauTb
/ 13 KNETKN B KINETKY
BA3AJIbHAA
UACTb (hoKarnbHbIE KOHTAKTbI COEAUHsItOT ~ MOMYAECMOCOMA NPUKPENIISIET NMPOMEXKYTOUHbIE
aKTUHOBbIV LIUTOCKENET KMNeTKu dunameHTbl KNeTkun K BHEKITIETOYHOMY MaTpuUKcy

C BHEKINTETOYHbIM MaTtpuKCcom

Puc. 19.3. CxemaTnueckoe M306parkeHue Pas/IMYHbIX KNEeTOYHbIX KOHTAKTOB, OOHapyKeHHbIX B anuTe-
JINANbHBIX K/IeTKaX NO3BOHOUYHbIX, CONMAcCHO Knaccudpukaumm no mx nepsuyHoir GpyHKUUKU. B anvkanbHom
061acTN KNETKM KOHTAKTbl PacrofioXKeHbl APYr OTHOCUTENbHO Apyra NPUMEPHO OAMHAKOBO MOYTM BO BCEX
3NUTENNAX NO3BOHOYHOTO. M10THbIE KOHTAKTbl 3aHMMAIOT CAMOE anuKasbHOE NONOXKEHWNE, 32 HUMU CleaytoT
aAre3aMoHHble KOHTaKTbI (aAre3MOHHbIV NoAc), a 3aTemM UAET 0cobblli NapannesbHbIN pAs LECMOCOM; BCE 3TU
KOHTaKTbl GOPMUPYIOT CTPYKTYPY, Ha3blBaEMYO COEAMHUTE/IbHBIM KOMMAEKCOM. LLieneBble KOHTaKTbl U f0-
NOJIHUTENbHbIE AECMOCOMbI PACMOOMKEHbI HE CTO/Ib PeryaapHO. PUCYHOK caenaH Ha OcHOBe MnpenapaTos
3NUTENNANBHBIX KNETOK TOHKOM KULWKK. Cneunan3vpoBaHHble KOMMYHUKALMOHHbIE COeAMHEHNA 0bCyKaa-
IOTCA B 9TOW rNaBe Janee.
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OTHOCHTEJIbHO COEINHEHUIT JIPYTUX THIIOB, KOTOPbIe Mbl 06CcyuM Hike. Ha auarpammve
0TOOPAYKEHO THUITMYHOE PACIIPe/ieJieHIte B 00HOCI0UHOM NPUSMAMUYECKOM TUTEJIN, Ta-
KOM KaK BBICTIJIKA TOHKOTO KUIIEYHUKA Y TIO3BOHOUHBIX. B 1006HOM TKAHY €/[HHUYHbII
CJIO¥ BBITSIHYTBIX KJIETOK HOJCTHIAeT Ga3asibHast MeMOpaHa, a caMasi yIaJeHHast OT TO’
MeMOPaHbI TIOBEPXHOCTD KJIETOK, WM ANEKC, CBOOOIHA U KOHTAKTUPYET ¢ BHEKJIETOUHOM
cpenoii. 1o Gokam (Ha amepaivHblx TOBEPXHOCTSX ), KJIETKH 00Pa3y 0T MEKKIECTOUHbIE
KOHTaKTbI. B/MyKe BCEro K amekcy pacro/iaraioTcs 3alnpaionie KOHTakTbl (M3BeCTHbIe
KaK 7J10MHble KOHMAKMbL Y TI0O3BOHOYHBIX), HE MO3BOJASA MOJIEKYJaM IIPOCAYNBATHC
yepe3 3MUTENNH MO MEKKJIETOUHOMY MPOCTPAHCTBY. Hinke HaxomuTcs elre JBa TUMA
MEKKJIETOUHBIX COEJMHEHNI. AJT€3UOHHBIE KOHTAKTBI IIPEJCTABJSIOT COOOH TOYKHU
MPUKPETIEHNST aKTHHOBBIX (PUJIAMEHTOB; €CMOCOMBI — TOUKH TTPUKPETIEHUS TTPOMe-
JKYTOUHBIX (hustaMeHToB. Elle HIDKe, 4acTo HApAIy ¢ JOMOJHUTETbHBIMU TeCMOCOMAaMI,
HAXOJISTCST KaHATI006PA3YIOIe COeAUHEHUsI, Ha3bIBAEMbI€E IEJIEBbIMI KOHTAKTAMMU.

Jlonosnureibublii HAOOP CAWTOB AJre3ur MPUKPEILISET MUTENNATbHbIE KJIETKN
K 6asajbHOI MeMOpaHe; Mbl 00CY/IUM €T0 B OJJHOM U3 CJIEAYIONX Pa3/eaoB. Mbl OyieMm
KJIaccupuIpoOBaTh 9TH COEMHEHNS KJIETOK C MATPUKCOM TTOJJ06HO MEKKIETOUHBIM COE/TH-
HEHMAM, OCHOBBIBASACH HA MX CBSI3M C IUTOCKEIETOM: (hOKAIbbLe KOHMAKMbL (B TOHKOM
KUIIEYHNKE HEPA3IMIMMbIe, HO XOPOLIO BBIPAKEHHDIE B APYTUX TKAHSX) MIPUKPEILITIOT
K MaTPUKCY aKTHHOBBIE (DUIAMEHTBI, a NOAYAECMOCOMbL — TIPOMEKYTOUHBIE,

B si060M u3 4eThbipex TUNOB HPUKPEILISIONIUX COEAMHEHUN IIEHTPAIBHYIO POJIb
UrpaioT TpaHCMeMOpaHHble O€JIKH aAre3uu, MPOHU3bIBAIOIINE MeMOPaHy, OJNH KOHEI]
KOTOPBIX CBI3aH BHYTPHU KJIETKHU C €e TIUTOCKEJETOM, a IPYTOil — C HEKOTOPOH CTPYKTY-
poii BHe ee (puc. 19.4). ITu CBA3aHHDIE C IIUTOCKENETOM TPAHCMEMOPAHHDIE MOJIEKYJIbI
4YETKO TO/IPA3/IeISIIOTCs Ha JIBa CylepceMeicTBa, cOOOpPasHO JIBYyM OCHOBHBIM THIIAM
npukperienns (tabauma 19.2). Benkn cynepcemeiicTBa KarepuHoB 1o GoJIbIIel YacTn
OTIOCPEYIOT MEKKIeTOUHbIE KOHTAKThI. beku cymepceMeiicTBa HHTETPHHOB B OCHOBHOM
YYaCTBYIOT B IPUKPETICHUHN KIETOK K MATPUKCY. BHYTPH KasKI0T0O ceMelicTBa CyTIeCTBYeT
CTIETTNATI3AIST: HEKOTOPBIE KaJTEPUHBI CBSI3AHBI C aKTHHOM 1 (POPMUPYIOT a/IT€3MOHHbIE
COE/INHEHNsT, a J[Pyrue CBSI3bIBAIOTCS C IPOMEKYTOUHbIMU (pusiaMenTaMu u o6pasyior
JIECMOCOMBI; 110/[0OHO 3TOMY HEKOTOPbIE MHTEIPUHbBI CBSI3BIBAIOTCS ¢ aKTUHOM, 06pasyst
AKTWH-3aBUCUMbIE COETMHEHNST KJIETKHI

C MATPUKCOM, B TO BpeMd KaK JIPyTUe CBSI- pUnaMEHTI
3aHDBI C TIPOMEKYTOUHBIMU (PHIAMEHTAMI nnasmaTM4eckme MeMOpaHkl yyrockereta
1 (GOPMHUPYIOT TOJYECMOCOMBI. /\ /N

V3 5TOro IpaBU/Ia €CTh HECKOMBKO <
uckJoyeHnit. Hekoropble MHTErpUHbI, E E
K TIPUMEPY, OTOCPEAYIOT MEKKIeTOUHble 5 5
Puc. 19.4. TpaHcmembpaHHble 6enkun agresuu
CBA3bIBAIOT LIUTOCKENET C BHEK/IETOUHBIMU CTPYK-
Typamu. BHELUHAS CBA3b MOMKET OCYLLECTBAATHLCA
C ApYrovi KNneTkow (NpuKpenaeHne KNeTkn K Knet-
Ke, 0MoCpesioBaHHOE, KaK NPaBumiIo, KaareprHamu)
WM C BHEKNETOUYHbIM MATPUKCOM (MpUKpenaeHune
KNETKM K MaTPUKCY, ONocpeioBaHHOE, KaK Mpasmio, BHEKIIETOYHbIN MaTPUKC
MHTErpuHamu). BHyTpeHHAS CBA3b C LIUTOCKENETOM
06bI4HO HEMPAMARA W OCYLLECTBARETCA Yepes Akop-  BHYTPUKIETOUHbIE | TpaHCMeMGpaHHble

aHKepHble 6enku 6ernku agreaum

Hble 6em<14, CM. Oanee.
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Ta6auua 19.2. MpuKpennaoLwme KOHTaKTbI

MexxknemoyHsle KOHMakmel

aaresnoHHoe KagrepuH KaarepuH Ha aKTVHOBbIe dpuna- OL-KaTeHVIH, 3-KaTeHWH,
coegunHeHve (Knaccuueckuin)  CMEXKHOW KNIETKE  MEHTbI NIakornobuH
(y-kaTeHwuH), p120-
KaTeHVIH, BUHKYJIVH,
O-aKTUHWH
Jecmocoma KagrepuH [IECMOT/IEVH NMPOMEXYTOUHble NIakornobuH
(mecmorneunH, OECMOKO/UIUH Ha  ulameHTbI (y-kaTeHuH), nnakoou-
[ECMOKOJUIVH)  CMEXHOW KNeTke JINH, [€CMOMJIAKUH
KoHmakmel knemku u Mampukca
¢doKasnbHble VNHTErpuH 6esik/ BHEKNIETO-  aKTUHOBbIE durna- TanuH, BUHKYVH,
KOHTaKTbI 4oro MaTpukca MEHTbI 0-aKTUHWH, GUnamuH,
KNEeTKN NakCUVH, KMHa3a
C MaTPUKCOM ¢doKasbHbIX KOHTAaKTOB
(FAK)
NoslylecMOCOMa  MHTErpuH a6B4, 6enku BHe- MPOMEXKYTOYHbIE MNEKTUH, UCTOHVH
konnareH XVII KNEeTOYHOro dunameHTbI (BP230)
Tna (BP180) MaTpuKca

KOHTaKTbI, & He [PUKPEIJIEHIE KJIETKM K MaTpPUKCy. bosiee TOro, CyuiecTByiorT apyrue
THUIIbI MOJIEKYJT a/I'€3UN, KOTOPble 00PA3yIOT MeHee TIPOYHbIE COEJMHEHMUSI, YeM TIPUKPe-
[UTEJIbHbIE KOHTAKTBI, HO B OIPE/EJEHHBIX YCJOBUSX UX JOCTATOYHO [l CLIEILICHMS
kjeTok. Kak 6bl To HU GbLIO, MEKKJIETOUHbIE KOHTAKTbI, OIOCPEJIOBAHHbIE Ka/[repuHa-
MU, — 3TO KJACC COeJIMHEHUl, UMEIOIINi, TT0-BUnMOMY, Haubosiee pyHiaMeHTaibHOe
3HAYeHHUe; C HUX Mbl U HAYHEM HAIIE OIUCAHUE MEKKJIETOYHBIX KOHTAKTOB.

19.1.1. KagrepuHbl onocpeayioT Ca%*-3aBUCUMYI0 MEXK/IETOUHYIO
apresmnio y BceX XNBOTHbIX

KairepnHbl IMEIOTCS ¥ BCEX MHOTOKJIETOUHBIX JKIBOTHBIX, UM TEHOMBI pacIimdpo-
BaHbI, a TAK)Ke Y OPTAaHU3MOB JIPYTOi M3BECTHOM TPYTIIBI, & UIMEHHO ¥ X0aHO(DJIATEIIIAT.
ITU CO3/IAHUST MOTYT CYIIECTBOBATH KAK CBOGOHOKUBYIIIE OJHOKJIETOUHDBIE OPTAHU3MBI
M KaK MHOTOKJIETOYHBIE KOJOHUW W CUMTAIOTCS TIPEACTABUTEISIMI TPYIIIBI TTPOTHCTOB,
OT KOTOPBIX MPOU3OINLIN BCE JKUBOTHBIE. Y APYIUX 9YKAPUOT, BKJIIOYAsS TPUOBI W pac-
TEHWsI, Ka/ITePUHbI OTCYTCTBYIOT, W WX TakyKe HeT y Oakrepmit n apxeit. Cramo ObITh,
Ka/IF€PUHDI SIBJISTIOTCST HEOTHEMIEMON YaCTHIO CYITHOCTU JKIBOTHOTO.

Ka/irepnHbl OTyYIIN CBOe Ha3BaHIE M3-3a TOTO, UTO MX (DYHKIIMOHIMPOBAHWE 3a-
Bucut ot noHoB Ca?*: ynanenne Ca?" 13 BHEKJIETOUHON CpeIbl IPUBOAUT K TOMY, UTO
KOHTAKThI, OTIOCPEIOBAHHbIE K/ [TePIHAMI, CTAHOBSITCS HEITPOYHBIMI. VIHOTIa, 0COOEHHO
B CJydae sMOPHOHATBHBIX TKAHEH, 3TOTO JOCTATOYHO JUISI TOTO, YTOOBI KJIETKH MOKHO
GbLIO JIETKO pa3fiesinTh. B Apyrux ciaydasx neoOXoamMo GoJiee JKeCTKoe BO3IeNCTBUE,
copMernas yaazenne Ca*t ¢ 06paGoTKoi Kakoii-HuOy,1b poTeasoii, HapuMep TPUIICHHOM.
[Tporeasa ocabusieT TOMOJHUTENbHbBIE CBSI3H, B KOTOPBIX 3a/IeHCTBOBAH BHEKIETOUHBIIT
MATPUKC WM JPYTUE MOJIEKYJIbI MEXKKJIETOUHON ajre3nu, He sapucsume ot Ca?*. B mo-
6oM cJydae, KOr/Ja pas/efeHHbie TaKuM 06pa3oM KJIETKH OKa3bIBAIOTCS BHOBb B OObIY-
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HOW KyJIbTYPaJbHON cpejie, OHM, KaK IPaBHUJIO, OISATh COEANHSIOTCS, PEKOHCTPYHPYS
ME>KKJIETOUYHbIE KOHTAKTBHI.

Ha MexXkeTouHOl acconmaliy 3TOr0 THIA OCHOBAH OJH M3 TEPBBIX METOJOB,
MO3BOJMBIINX MAEHTH(PUINPOBATH MOJIEKYJIbI MEKKJIETOYHOH ajre3nn. B aTnx akcie-
PUMEHTAX MOJIYYNJIN MOHOKJOHATbHbIE aHTHTEIA K MHTEPECYTONNM KJIeTKaM 1 KasK/0e
AHTHUTEJIO MTPOTECTUPOBAIN Ha CIIOCOOHOCTD TIPEJIOTBPAIATD BOCCTAHOBJIEHUE MEKKJIe-
TOYHBIX KOHTAKTOB TIOCJIe TIPUHYANTEIbHOH Ancconnanii KireTok. Hekotopple anTtnTena,
CBSI3BIBAIOIINECST C MOJIEKYJTAMH KJIETOYHON a/I'e3UH, OKa3bIBAIU Takoe GJOKUpYIoIiee
BJISHUE. IJTH aHTUTETA WCHOJIb30BAJIN /IS BBIJIE/IEHNS COOTBETCTBYIONINX MOJEKYJT
a/ITe3MH.

[Toxoske, 9TO MpaKTHYECKN BCe KJIETKH TIO3BOHOYHBIX M, BO3MOXKHO, TaKyKe U JIPY-
TUX JKUBOTHBIX BBIPAOATHIBAIOT, B 3aBUCHMOCTH OT THIIA KJIETKH, OJMH MM HECKOJBKO
6eJIKOB U3 ceMelicTBa KaJ[repuHoB. lIMeeTcss HECKOJBKO HE3aBUCHUMBIX APYT OT JApyra
JIOKA3aTeJIbCTB TOTO, YTO ATO OCHOBHbIE MOJIEKYJIbI KJIETOUHON a/[re3nn, 00beIMHIoIINe
KJIETKU PAaHHUX dMOPHOHAIBHBIX TKaHeil. K npumepy, sMOpHOHATbHDIE TKAHU B KYJIb-
Type PacnalaloTcs, e X MOBEPrHYTh BO3/IEHCTBUIO aHTHUTEJ K KaJ[IrePUHAM, a eCJIi
OIIOCPe/IOBAHHbIE KA/ITePHHAMI KOHTAKTBI OCTAIOTCSI HETPOHYTBIMU, TO 06pa00oTKa aHTHU-
TeJaMU K JIDYTUM MOJIEKYJIaM aJIFe3UH JlaeT JuIb HeGosbinoil ahdext. B mceaenosa-
HUSX 3apO/IBIIell MbIIel MoKa3aHa POJib KaJIrePUHOB B PaHHEM PA3BUTHN 3MOPHOHA.
Brniorh 10 BOCBMUKJIETOYHOW CTaul AMOPUOHATBHbBIE KJIETKH OYeHb CJab0 CIeNIeHbI
JIPYT ¢ JPYTOM, IPU 3TOM Kaskaas uMmeer GoJiee uin MeHee ceprudeckyio ¢hopmy. 3a-
TeM BHE3AMHO TPOWCXOJUT TIPOIECC, HA3bIBAeMbIIl KOMIAKTH3allnel, B pe3ysbTare
KOTOPOTO KJIETKHU TJIOTHO YTTAKOBBIBAIOTCS M COEUHSIOTCS JIPYT C JPYTOM MOCPEACTBOM
MEKKJIETOUHBIX KOHTAKTOB, TaK YTO BHETITHSIS TTOBEPXHOCTH AMOPHOHA CTAHOBUTCS 60JTee
riaakoii (puc. 19.5). AHTUTEA K OIPEIEJCHHOMY KaJrepuny, a uMeHHo E-kadzepuny,
GJIOKUPYIOT KOMITAKTH3AIINIO, B TO BPEMs KaK aHTHUTENA, Pearnpyrolye ¢ pa3InaHbIMU
JIPYTUMH MOJIEKYJTaMH Ha TMOBEPXHOCTH 3THX KJIETOK, HE MPOU3BOJAT TaKOTo addexTa.
MyTanuu, HHAKTUBUPYIOIe E-KajrepuH, IPUBOJAT K TOMY, YTO SMOPHOH PAClajlaeTcst
HA Y4acTh U NornbaeT Ha PAHHUX CTAJUSX PA3BUTHSI.

1,5 cyToK 3,5¢cyTok L—1
¥ ¥ 10 MKkM

2 KNeTkn 32 KNneTkn

Puc. 19.5. KomnakTusauma sm6prMoHa MbilLiM Ha PaHHUX CTaAUAX Pa3BUTUA. KNeTKn aMBpUoHa Ha paHHMX
CTaAMAX Pa3BUTUA CHAYaNa LU OYeHb HEMIOTHO NPUAErALOT APYT K ApYry. [IPUMepHO Ha BOCbMUK/IETOYHOW
CTaZMM OHU HAYMHAOT BbIpabaTbiBaTb E-KaarepunH 1 B pesysibTaTe CTAHOBATCA NPOYHO M NJIOTHO CKPENn/IEHHbI-
MU Apyr ¢ gpyrom. (MukpodoTorpadmm, caenaHHble METOAOM CKaHMPYIOLLLEN 3NEKTPOHHON MMUKPOCKOMUHU,
nobesHo npeaoctasneHbl Patricia Calarco; ¢otorpadum 16—32-KneTouHbix ctaguii B3atel u3 P.Calarco and
C.J.Epstein, Dev. Biol. 32:208-213, 1973. C pa3peLieHus nsgatenscrsa Academic Press.)
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19.1.2. CynepcemeincTBO KagrepnHoB Yy NO3BOHOYHbIX BK/IIOYaeT B ceba
COTHU pasNN4YHbIX 6€N1KOB, B TOM YNC/ie MHOTMe CUrHasbHble 6enkn

[TepBble TP OTKPBITHIX Ka/repuHa Ha3BaHbI COTJIACHO TOMY, B KaKON TKaHW OHU
BCTpEYaIoTCst vaiie Bcero: E-xadzepun oGHApysKeH HAa MOBEPXHOCTH KJIETOK MHOTHX
ANUTENATBHBIX TKaHel; N-kadeepun — Ha TOBEPXHOCTH HEPBHBIX U MBIIMIEYHBIX
KJIETOK, & TaKyKe KJIETOK XPYCTANKA; U, HAaKOHell, P-kadeepun, oOHAPY KeHHDIH Ha TTO-
BEPXHOCTH KJIETOK IIJIAIIEHTHI 1 ATH/iepMuca. Bece oHM Takske TIPUCYTCTBYTOT M B JIPYTUX
TKaHax; N-Ka/irepiH, HanpuMep, BbipabarbiBaercs hubpobaactamu, a E-kairepuH aKc-
IIPECCUPYETCsT B HEKOTOPbIX yacTssx Mosra (puc. 19.6). dtu u apyrue Kiaccuyeckue
Ka/IT€PHHBI NMEIOT CXO/HbIE TIOCJIEI0BATETbHOCTH BHEKJIETOYHBIX U BHYTPUKJIETOYHBIX
JIOMEeHOB. Bce oHM MMEIOT ompe/iesieHHbIe a/ire3uBHbIe (PYHKITUH, HO, KPOME TOTO, OHU
TaK’Ke OYeHb BasKHbI /IS Tiepeiayn curaasia. C moMoIbio CBOMX BHYTPUKJIETOUHBIX JI0-
MEHOB, KaK Mbl YBUJIUM TT033Ke, OHU MepearoT MHPOPMAIMIO BHYTPH KJIETKU, TIO3BOJISSA
el MeHATb CBOe TIOBe/IeHNE B 3aBUCUMOCTU OT TOTO, MPHUKPEIJIEHA JI1 OHAa K JAPYTUM
KJIETKaM WJIA HeT.

E-kagrepviH R-kagrepuH KagrepviH-6
L L
CMUHHOWN nepegHun
MO3r MO3r

Puc. 19.6. PasHoO6pa3ue KaarepMHOB LEHTPaIbHOW HEPBHOM cUCTEMbI. Ha guarpamme nokasaHbl y4acTKu
MO3ra MbILMHOFO SMBPUOHA, B KOTOPbIX IKCMPECCUPYIOTCA Pa3/IUYHbIE KNACcCUYECKUe KaarepuHbl. Kpome HUX,
B Mo3re BblpabaTbiBaeTcs ewe 70 KafrepnHOB, KAACCUYECKUX U HEKNACCMYECKUX. CUMTAETCA, YTO CNOMKHbIN
XapaKTep MX 3KCNPeccuu OTpaxKaeT UX Posib B CO34AHUN U NOAAEPHKAHUMN CTPYKTYPHOMN LLEeSIOCTHOCTU 3TOro
C/I0XKHO YCTPOEHHOro OpraHa.

[TommMo aTOTO, CyTIECTBYET MHOTO HEKJIACCHYECKHX KaATePUHOB, YbH TT0CJIE/[0BA-
TEJILHOCTH He CTOJIb TOXOKNM JPYT Ha Apyra, npuieM Gosee 50 13 HIX BbIpabaTbIBaeTCs
MCKJTIOYNTEHHO B KJIeTKaxX Moara. Hekmacciyeckne KajirepiHbl BKITIOYAIOT B cebs 6eTKI
aIre3nil, HAIPUMED, PA3JINIHbIe NPOMOKAOzepuHbl, OGHAPYKEHHDbIE B MO3TY, a TakKe
0eCMOKONNUNDL U DeCMOZACUHBL, KOTOPBIE (DOPMUPYIOT 1eCMOCOMBI. K HIM Takyke OTHO-
csaTesd Gesiky, B TIEPBYIO OYEPE/b YYACTBYIONINE, KaK BbISICHUJIOCH, B Tlepejade CUTHATA.
1o, Hanpumep, T-Kadzepumn, y KOTOPOro HET TPAHCMEMOPAHHOTO JOMeHA M KOTOPDIii
NPUKPENIgeTcs K MeMOpaHe HEPBHBIX M MBIIIEYHBIX KJIETOK C TIOMOIIBIO TINKO3uIhoc-
darnpumuosutoabHoro (TOU-) sxops, u 6enxku Fat w Flamingo, BnepBbie naeHTH-
(pummpoBaHHbIEe KaK MPOAYKTHI TEHOB JAPO30(UIbI, OTBETCTBEHHBIX 32 POCT AMUTETHS
W TOJISPHOCTD KJIETOK COOTBETCTBEHHO. Kiaccmyeckuwe w HeKJIacCMYeCKne KaJirepPHHbI
COCTaBJIAIOT cynepceMeiictBo kaarepunos (puc. 19.7 u Tabummua 19.3), Briovaomniee
6ostee 180 6ekoB vestoBeka. Ho kak cTpyKTypa aTHX GEJIKOB COOTHOCUTCS C UX (DYHK-
IMeil 1 TIoYeMy WX Tak MHOTO?
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Knaccuyeckui KagrepviH
(E-kagrepuH)

Fat-nogoBHble kagrepuHsbi
(Fat)

KaarepvHbl C CeMbIo
TpaHCMeMBpaHHbIMK JoMeHamu
(Flamingo)

NPOTENHKMHAa3Hble KaarepuHbl
(Ret)

KafrepuH 4ecMOCcoM
(BecMokomnnuH)

KagrepuvH 23
(Cdh 23)

NpoToKaZrepuHsbl
(Pcdh ~)

T-kaprepvH

BHYTPW KITETKU BHE KINETKM

Puc. 19.7. CynepcemeiicTBO KagrepuHoB. [lnarpamma B HEKOTOPOW CTENEHM OTparkaeT pasHoobpasme 6enkos
KaZrepuHOBOTO CynepcemeicTBa. Y Bcex 3Tux 6e/1KoB BHEKIETOUHASN YaCTb COAEPHKUT MHOXKECTBEHHbIE Kaare-
pVHOBbIE JOMEHbI (3e/1eHble 080as1bl), @ BHYTPUKIETOUHbIE YacTu bonee pasHO06PasHbI, YTO 06YCNIOBNEHO WX
B3aMMOZENCTBMEM C LUMPOKMM K/TaCCOM BHYTPUKIETOUbIX IMFAaH0B, B TOM YMC/IE C CUTHA/IbHBIMM MOJIEKYIAMU,
a TaK)Ke C KOMMOHEHTAMM, COEAMHSIOLLMMM MOIEKY bl KAZrepuHa ¢ LMTockeneTom. OKpaLleHHbIe B pasHble
LBeTa noc/iefoBaTeNbHOCTM B 6enkax Fat, Flamingo n Ret — 3To KOoHcepBaTUBHbIE OMEHbI, 0BHAPYKEHHbIE
TaKXe B besiKax Apyrux CEMencTs.

19.1.3. KagrepuHbi onocpeaytotT romopunbHyIo agresmio

[Ipukpenistionye Me;KKI€TOUHbIE KOHTAKThI OOBIYHO CUMMETPUYHBI: €CJIU B KJIET-
Ke C OJIHOI CTOPOHBI KOHTAKTAa COE/MHEHHE CBSI3aHO C aKTUHOBbIMU (DUIAMEHTAMU,
TO U C JAPYrodl CTOPOHbI 3TO OyayT akTuHOBbIe (pumamentbl. COeMHEHNS] C ydacTHEM
KaJIreprHOB, KaK MpaBuIo, TOMOMUIbHBI (110106HOE COEUHAETCA ¢ TOAOOHBIM, CM.
puc. 19.8): MozmeKynbl KaarepuHOB Ha OJHON KJIETKE CBA3BIBAIOTCS € KaArepuHaMu
TOTO 7K€ WM OueHb OJU3KOro THIAa Ha cocefreil Kiaerke. COrIacHO COBpEMEHHBIM ITPe/I-
CTaBJICHUSIM, KaJIFePUHBI CBS3bIBAIOTCS N-KOHIEBBIMM CTPYKTYpaMH — 3TH YYaCTKU
HaXO/ATCST Ha HAamOOJIbIIIEM PACCTOSTHUN OT MeMOpaHbl. B atoM Mecre GesKoBast I[elib
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Ta6nauua 19.3. HekoTopble NpeacTaBUTENM CynepcemeincTBa KaarepuHos

Knaccuveckue KaaeepUHbl

E-kagrepuH

N-kagrepuH

P-kagrepuH

VE-kagrepuH

MHOrune snnuTennn

HenpOoHbI, cepaLie, CKenet-
Hbl€ MbILLbI, XPYyCTauK,
dunbpobnacTbl

nnaueHTa, 3NUAepMuUc,
SNUTENNI rPYAHbIX XKene3
SHAOTENNANbHbIE KNETKN

Heknaccuyeckue kadzepuHel

LecmokonnuHbl
LecmorneunH

T-KagrepuH

KagrepwH 23

Fat (y npo3odunbi)

Fat1 (y mnekonu-
TaloLMX)

o~ B-n
Y-NPOTOKaArepuHbl

Flamingo

FTOMO®UITBHOE
CBA3bIBAHNE

KOXa
KOXKa

HEeMPOHbI, MbILLLbI, CePA-
ue

BHYTPEHHEE yXo, Apyrue
BUAbI SNUTENUA

3MUTENWIA 1 LieHTpasibHas
HepBHas cucTeMa

pas3finyHble 3nNUTENnn
1 LeHTpa/nibHaA HepBHaA
cnctema

HENpPOHbI
YyBCTBUTENbHbIN U He-

KOoTopble Apyrmne Buabl
anuTenna

FTETEPO®UIIbHOE
CBA3bIBAHNE

aAresnoHHble coegnHe-
HUA

aAre3vioHHble coefguHe-
HUA N XnmMmnyeckme cu-
Hancbl

aAresnoHHble coegnHe-
HUA

afAresnoHHble coegnHe-
HUA

AeCMOCOMbI
OeCMOCOMbI

HeT

CBA3b MeXay CcTepeoLu-
JINAMW YyBCTBUTENbHbIX
BOJIOCKOBbIX KIETOK
KOMMYHUKaLMOHHbIe CO-
enauHeHns (MNoCKoCTHas
NONAPHOCTb KETOK)

wenesas puadparma
B MOYKax v apyrue

XMMWYECKME CUHANMCDHI 1
HeCcMHanTMYecKne Mem-
6paHbl

MEXKKIIETOYHbIE KOHTaK-
bl

CMepTb Ha CTagun 6nacTto-
LMCTbI; KOMMaKTM3auumaA 3a-
pogbllla HEBO3MOXHa
3apOAbILLY YMUPAIOT U3-3a
HapyleHnn cepAeyYHoON
OeATenbHOCTU
HapylleHne pa3BUTUSA MO-
JIOYHBIX >Kernes
HapyLleHusa dopmrpoBa-
HMA cocyaoB (anonTo3 3H-
[I0TEeNMOLNTOB)

BOJAbIPY HA KOXe
obpasoBaHne BOSAbIPE
113-32 OTCYTCTBUA KOHTAKTOB
MeXAy KepaTvHoumTamm
Heun3BecTeH

ryXxoTa

yBeNIMYEeHHbIE MMarviHasib-
Hble AUCKM U OMNyXxonu;
HapyLIeHNA MNOCKOCTHOWN
MONAPHOCTY KIETOK
OTCYTCTBUE LUENIEBON Aua-
dparmbl; HapyLeHus dop-
MVPOBaHWA rMepegHero
Mo3ra v rnas

JereHepauma HepBHO cu-
cTembl

HapyLeHre MIOCKOCTHOM
NONAPHOCTY KNEeTOK; Ae-
beKTbl HepBHOW TPYOKN

Puc. 19.8. TomodpunbHoe u retepodpunbHoe cBa-
3biBaHUA. KagrepuHbl, Kak NpaBuo, CBA3bIBAOTCA

romoouIbHO; HEKOTOpPbIE APYrie MOJIEKYIbl Ke-
TOYHOW aaresuu (cm. ganee) — retepodubHo.
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dopmupyer KoHIEBOI y3ea U OJU3KO K HEMY PACHOJIOKEHHBIN KapMaH; MOJIEKYJIbI
Ka/IFEPUHOB, HAXOJSIIMECS HA MeMOPaHaxX JIByX CMEKHBIX KJETOK, YKJAJbIBAIOT CBOU
y3JIbl B KaPMaHbl [IPOTHBOIIOJIOKHON MOJIEKYJIbI, TAKUM OOPA30M yCTAHABJIUBAS CBSI3b
apyr ¢ apyrom (puc. 19.9, a).

[TpomeskyTok Mesky MeMOpaHaMi KJIETOK B 00JIACTU TIPUKPEILISIONIEr0 KOHTAKTa
TOYHO OTIPeJIesieH U 3aBUCUT OT CTPYKTYPBI KQJTePIMHOB. Bce uienHbl cymepceMeiicTBa, mo
OTIpe/IeNIEHNIO, MMEIOT BHEKJIETOYHYIO YaCTh, COCTOSIITYTO 3 HECKOIBKUX KOIMUI TOCTIe0-
BaTEJIbHOCTH, HA3BIBAEMOI Kad2epuHo6biM 0oMeHoM. BHeKIeTouHAs YacTh KJIACCHYECKUX
Ka/IPEPUHOB BKJIIOYAET 5 TAKUX [IOBTOPOB, Y JIECMOIJIENHOB U JIECMOKOJJIMHOB — 4 I J,
OJTHAKO y HEKOTOPBIX HEKJACCUIECKNX KAJTEePUHOB 3TO UncI0 mpesbimmaeT 30. Kaxkabrii
KaJITepUHOBBII /loMeH (popMupyeT Gojiee WM MeHee TJIOTHBIH MOJYJb, COeINHEHHDIIH
CO CJICYIOIUM KaArepuHOBBIM JOMEHOM MmapHupHbIM yyactkoM (puc. 19.9, 6). Monbt
Ca?" cBasbIBaIOTCA BOMM3M KK /0TO IAPHUPA U JEIAI0T €r0 HENOABIKHbIM, TaK YTO BCS
LETTOYKA KAJrePUHOBBIX IOMEHOB BeJleT ce0si KaK TBEP/IbIil CJIErKa M30THY ThIi CTEPIKEHbD.
[Tpu ypanenun Ca?" mapHUpBI MOMyYaloT BO3MOKHOCTD BPAIaThCs, U CTPYKTypa CTaHO-
Butcst ruOKoil. B to ske BpeMsi cunraercst, uto KoHgopMaiysi N-KOHIIEBOIO y4acTKa CJIerka
U3MEHSETCS, YMEHbINas CPOACTBO K COOTBETCTBYIOIIEMY KaJTE€PUHY Ha MOBEPXHOCTH
[IPOTUBOIOJIOKHON KJIETKU. MOJIEKYJIbI KA/IFEPUHOB, /1eCTA0IIN3UPOBAHHbIE Y/[ATIEHIEM
nonos Ca?*, GbICTPO PACHIEILISIOTCS TPOTEONIUTHYECKMI (DEPMEHTAMU.

B orsmume oT perenTopoB pacTBOPUMBIX CUTHAJIBHBIX MOJIEKYJ, KOTOPblE OY€Hb
IPOYHO CBA3BIBAIOT CBOM crienmudecKuii urans, Kaarepuabl (1 GOJBIIMHCTBO APYTUX
GEJIKOB MEKKJIETOYHOI a/[re3ni), Kak IPaBUI0, UMEIOT HeGOJIbIIOE CPOACTBO K CBOUM
napTHepaM. [IpodHOCTh COeMHEHNST TOCTUTAETCS 32 CUET TMAPALIETbHOTO 06Pa30BaAHNUS
MHOTUX CJ1a0bix cBsideil. CBSI3bIBAsICh C MPOTHBOIIOJIOKHO OPUEHTHPOBAHHBIMU IAP-
THEpaMU Ha JIPYTOil KJIETKe, MOJIEKYJbl Ka/[IrePUHOB YaCTO OOBEMHSIOTCS B KJACTEPbI
C COCETHMMU MOJIEKYJIAMU Ka/ITEPUHOB B TOH 3Ke I1azMarndeckoii MemGpane. [loaromy
MPUKPEIJISIONIMI KOHTAKT 06PA30BaH MHOTUMU MOJIEKYJIAMU KaJIl€PUHOB, YIIAKOBaH-
HbME 60K 0 6ok (puc. 19.9, 6). [IpouHOCTb TAKOTO COEMHEHNST HAMHOTO GOJIbIIE, YeM
[IPOYHOCTb OJIMHOYHON MEKMOJIEKYJISIPHOI CBSI3U, HO T€M He MeHee ero MOKHO JIETKO
pa3beIMHNTD, TIOCJIE/[0BATEbHO Pa3phiBasi CBA3M MEXK/Y MOJIEKYJIaMH, TOYHO TaK K€
KaK JIBa KyCKa TKaHU MOKHO IIPOYHO COEAMHUTD 3aCTEIKKON-«JIUITyUKOii», a 3aTeM 6e3
TpyAa pa3HaTh. [lo06HbBII «IPUHITUTT 3aCTEXKN» paGOTaeT TaKKe B CIy4ae COe/[MHEHMNI,
o0pa3yeMbIX TpaHCMeMOpaHHbIME GejikaMu ajire3un Apyrux Tutios. [Iporeccsr o6paso-
BaHUSI U PA3PbIBA NPUKPEILISIONIUX KOHTAKTOB MOCTOSIHHO IIPOUCXO/ISAT TIPU PA3BUTUN
3apO/IBIITIA 1 CTPYKTYPHBIX MEPECTPOIKAX TKaHEH B3POCIOT0 OPTaHu3Ma, T0ITOMY UTPATOT
JKU3HEHHO BAXKHYIO POJIb.

19.1.4. CeneKTBHaA MeXKJleTOYHas afresnsa No3BonseT anccounmpo-
BaHHbIM K/1eTKaM NO3BOHOYHbIX COGMpPaTbCA BHOBb, 06pa3ys TKaHu

Kaarepunnt dopmupytor crernuduueckie ToMopuIbHbIE COEIUHEHUS, U 3TO 00b-
SICHSIET, TI0YEMY CYIIePCEMENCTBO Ka/[I'ePUHOB TaK MHOTOYKMCIeHHO. Kajarepunbl Hesb3st
YHOMOOUTD KJIef0, KOTOPBIi Jiesial Obl BCIO MMOBEPXHOCTH KJETOK JIMIKoW. OHU cKopee
OIOCPE/IYIOT BBICOKOCEJIEKTUBHOE PACIIO3HABAHUE, TO3BOJISIS KJIETKAM CXOJHOTO TUTIA
JIUTIHYTD JIPYT K JPYTY ¥ OCTaBATLCS OT/EJEHHBIMU OT KJETOK JPYTHX TUTIOB.

[Mogo6Hoe u36uparebHOE COEMHEHNE KIUBOTHBIX KJETOK JPYT C JAPYroM ObLIO
ob6HapyskeHo 6osiee 50 JieT HA3a/|, 33/10JITO JI0 OTKPBITUST KAJATepPUHOB. B 31X aKcnepu-
MeHTaX 3MOPHOHbBI 36MHOBO/HBIX PACIIEIISIM HA OT/IEJIbHbIE KJIETKH, 3aT€M KJETKaM
MO3BOJISIIN COEIMHUTHCS 3aHOBO. [IprMeuarenbHO, 4TO AUCCOIMUPOBAHHbBIE KJIETKU YaCTO
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38,5 Hm
I 1
N
C
N
C
2
nnasmaruyeckas Ca nnasmarunyeckas
MeMbpaHa KneTku 1 / MeMbpaHa KneTku 2
rMoKumn 3 N-koHueBoM
LIAPHUPHBIV KaarepuHoBbI
a) y4acTok JOMeH
>1 MM Ca?*
CHZ+ ° ‘{r‘ ° Ca2+
< 0,05 MM Ca?
> KaarepuHoBbIN foMeH
6) 8)

Puc. 19.9. CTpyKTypa U yHKLMA KaprepuHoB. a) BHEKNETOUHbIA AOMEH KNAacCUYECcKoro KagrepuHa
(C-kaarepuHa). MoKasaHo, Kak, COFMAacHO COBPEMEHHbIM NMPEeACTaBNEHWAM, COEAUHAIOTCA ABE TaKWe MONEKY/bI,
pacnonaratolmecs Ha pasHbix KaeTkax. CTpYKTypa onpeseneHa Metogom andpaKkLmum peHTrTeHOBCKUX lydeit
Ha KpUCTanne BHEKNETOYHOro flomeHa C-KaarepurHa. 6) BHEKIETOYHAA YacTb KasKA4oro noannenTuaa Coctomt
13 pASA KOMNAKTHbLIX 4OMEHOB, COEAMHEHHbIX TMBKMMU LIAPHUPHBIMM Y4aCTKaMU. MOH KanbLms CBA3bIBAETCA
B OKPECTHOCTM KaXA0ro LapHu1pa, NpeaoTspalLas ero crnbaHue. B otcytcteme CaZ* moneKyna CTaHOBUTCA Hef10-
CTaTOYHO KECTKOM, M MEKKIETOUHbIN KOHTAKT He 06pasyeTcs. 8) O6bIYHO MONEKY bl KaZrepuHa BbICTPanBatOTCA
napannenbHo Apyr K Apyry, COeaUHAA KNETKM MO NPUHLMMY 3aCTEXKU-«ANMYYKN Y. CUUTAETCA, YTO KaArepuHbl
OLLHOW M TOW e KNETKM B3aMMOLENCTBYIOT 60K 0 60K cBOMMM N-KOHLLEBbIMUM y4acTKamMM, a TaKKe Yepes nog-
JIOXKKY U3 ApYrnx 6€KOB, K KOTOPOW MPUKPENIeHbl UX BHYTPUKIETOUYHbIE KOHLLbI (Ha PUCYHKe He 0TOBparkeHo).
(Mo T.J.Boggon et al., Science 296: 1308-1313, 2002. C pa3pelieHns nsgatenbcrea AAAS.)
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cobupayiuch in vitro B CTPYKTYPbI, OY€Hb CXOJHbIE CO CTPYKTYPOUl MEPBOHAYATILHOIO
smGpuona (puc. 19.10). To ke gaBienne HaGIIOAANIOCH, KOT/A CMEIINBAIN JUCCOLUUPO-
BaHHbBIE KJIETKU JBYX SMOPHOHAJIbHBIX OPTAHOB TIO3BOHOUHBIX, HATIPUMED TI€UEHU U CEeT-
YATKN, U U3 HUX UCKYCCTBEHHO (POPMUPOBAJIH MIAPHK: KJIETKU B CMENTAHHOI arperamum
MOCTENEHHO PACCIANBAINCH COTJIACHO TOMY, KAKOMY Oprany OHU npuHajiexam. bomee
OOIIHiT TPUHIUII COCTOUT B TOM, UTO JIe3arperupoBaHHble KJIETKH, KaK 0OHAPYKEHO, 6O-
Jiee CKJIOHHBI K 00Pa3s0BaHNIO KOMILJIEKCOB € KJIETKaMU CBOErO OpraHa, YeM C KJIETKaMu
Jpyrux opraHoB. O4eBUIHO, Mbl UMEEM JIEJIO C CUCTEMON PACTIO3HABAHUST KJIETKU KJIET-
KoIi, 61aroiapsi KOTOPOH KJIETKU OJHOUN 1 Toii ke muddepeHImpoBaHHoli TKanu 6osee
CKJIOHHBI YCTAHABJIMBATH KOHTAKTBI JPYT C JAPYTOM, UeM C KJIETKAMU JIPYTON TKAHH.

Puc. 19.10. PacchamBaHue. Knetku, B3saTble U3 pasHbIX YacTelt paHHEro smbpuvoHa 3eMHOBOAHOrO, pac-
C/IaMBatOTCA COMNACHO CBOEMY MPOMCXOXKAEHMIO. B KNaccMyeckom sKCnepumMeHTe, NpeacTaBleHHOM 34eCh,
CycneHsuaA Ae3arperMpoBaHHbIX KAETOK Me304epMbl (3es1eHbili yeem), HEPBHOW NAACTUHKK (cuHuUl ysem)
1 3NnUAepPMasbHbIX KNETOK (KpacHbIl yeem) arpermpoBasna BHOBb Cy4aliHbiM 06pa3om. 3aTem Nponcxoamno
paccnoeHne KNETOK, OTPaKAIOLLEE MX PACMONOKEHUE B HOPMAZIbHOM 3MBPUOHE: KHEpPBHas TPYOKa» BHYTPH,
3NMAEPMUC CHAPYXKK, @ Me3oaepMa — mexkay Humu. (M3 P.L. Townes and J. Holtfreter, J. Exp. Zool. 128:53-120,
1955, c uameHeHusmu. C paspelueHns nsgatenncraa Wiley-Liss.)

Takue HaxoJ KU CBU/ETEILCTBYIOT O TOM, YTO apXUTEKTypa TKAHU >KUBOTHOTO
HE ONPEJIessieTcsl TOIbKO JIWIIb ee MPEJAbICTOPHEll, HO aKTUBHO (hOPMUPYETCS U TIOJIIEP-
JKUBAETCsi, ¥ B 9TOM GOJIBIIYIO POJIb UTPAET PA3HUIA B CPOJCTBE KJETOK JIPYT K JIPYTy
1 K BHEKJIETOYHOMY MaTpPHUKCY. Be/ib B pa3BUBaioOIeMcs 3apo/Ibliiie Mbl MOKeM HaOII0/1aTh
KJIETKH B Tiporiecce uxX JudepeHiinpoBKy 1 BU/IETh, KAK OHU TIEPEMEIIAIOTCS U 0Obe1-
HSIIOTCSI, BEJIOMbIE CEJIEKTUBHOIT ajire3ueli, B HOBbIE IPYIIITbI, (GOPMUPYS [IPH HTOM HOBbIE
cTpyKTypbl. HexoTopbie 13 5TUX ABMKEHUI TIOUTH HE3aMeTHBI, JIpyrue 6oJiee MacIiTaGHbI
U BKJIIOYAIOT JIaKe JAJIbHUE MUTPAIMU, KOTOPble Mbl 06CyiuM B TJiaBe 22. B amGpuonax
I03BOHOYHBIX, K IPUMEDY, KJIETKH HePEHO20 2peOisi OTXOMSAT OT AUTENATBHOI HEPBHON
TpyOKHU, 4aCTbIO KOTOPOW OHU MEPBOHAYAIBHO SIBJSINCH, U MUTPUPYIOT B/IOJH OCOOBIX
myTeil Ko MHOTUM JIpyTruM o6JactsiM. TaM oHU BHOBbB arperupyior JIpyr ¢ JPyroM U ¢ Jipy-
UMM KJIeTKaMu, (popMUPYsT MHOKECTBO PAa3HOOOPA3HBIX TKaHEl, B TO YUCJE yYaCTKU
nepudepnyeckoii HepsHoii cucreMbl (puc. 19.11). BpiGop myTn 3aBUCHT OT JIesKalnx
HA 9TOM TIyTH SMOPUOHANBHBIX TKaHell. OHM MOTYT CITOCOOCTBOBATH TIOJIO3KUTETLHOMY UJIH
OTPUIIATETTLHOMY XeMOMAKCUCY, TO €CTh JIBUSKEHUIO TI0/] BJIMSTHIEM PACTBOPHMbIX BEIECTB,
MIPUBJIEKAIONINX WM OTTAJIKUBAIOIUX MUTPUPYIOINE KieTKr. KpoMe Toro, oHu MOryT
o6ecneunBaTb KOHMAKMHOE OPUECHMUPOSAHUE, TIPU KOTOPOM KJIeTKU-MUTPAHTBI KACAIOTCST
JIPYTUX KJIETOK WJTM KOMIIOHEHTOB BHEKJIETOYHOTO MATPUKCA, YCTAHABJIMBAS BPEMEHHDIE
KOHTAaKTbI, BJIUSIONINE HA BBIOGOP HANPABJIEHUS MUTPAIIUK. 3aTeM, KOr/[a MUTPUPYIONIast
KJIETKa JIOCTUTJIA MeCTa CBOEro Ha3HA4YeHMs, OHa JIOJDKHA PACIO3HATDL JIPYTHE KJETKU
COOTBETCTBYIOIIETO TUTIA U TIPUCOEANHUTLCS K HUM, 4ToObI 00pa3oBaTh TKaHb. Bo Bcex
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kneTku 6yaywiero  Puc. 19.11. CeneKTMBHOE pacnpocTpaHeHWe U NOBTOpPHan cbopKa Kne-
HEPBHOTO TPEGHA 1ok NP1 HOPMMPOBAHMMN TKAHE SMBPUOHA NO3BOHOUHBIX }KUBOTHBIX.
HeKkoTopble KNeTKM, U3HaYaIbHO NPUHAA/IEXKALLME HEPBHOM TPYbOKe,

M3MEHSAIOT CBOW afire3nBHbIe CBOMCTBA U OTKPENAAIOTCA OT INUTeNVS,

bopmupya HepBHbIV rpebeHb Ha BEpXHeW MOBEPXHOCTU HEPBHOM TPY6-

1 KW. 3aTeM 3TU KNETKM MUTPUPYIOT N0 BCeMy aMBPUOHY 1 dopmupytoT
ap—— MHOYECTBO TUMNOB TKaHel U Pa3HOBUAHOCTEN KNETOK. 34eCb NOKasaH
7HepBHOFO rpebHa npouecc AndPepeHUUPOBKN KNeToK, GOPMUPYIOLWMUX ABE Fpynnbl
HepBHbIX KNEeTOK — Ba raHmuA nepudeprnyeckoin HepBHOMN CUCTEMBI.

HekoTopble U3 KNeToK HepPBHOTO rPebHA CTAHOBATCA HEMPOHAMM, BXO-

~. HepBHas OAWMMM B COCTAB raHInA, U3 Apyrmx pa3BMBatOTCA KIETKU-CATeNIUTbI
Tpybka (cnewmnanvsmpoBaHHbIe MManbHble KNETKK), 0OMOTaHHbIE BOKPYT HEM-
l MUIPALINA poHa. B OCHOBE BCEX 3TVX apXMTEKTYPHbIX NEPECTPOEK NEMMUT CMeHa
/ \ XapaKTepa aKCNpPeccMn MONEKYN KNETOUHOM aare3nu.

9TUX IIpoleCCax, BKJIOYasA pacCanBaHUE, KOHTAKTHOE
OPUEHTHPOBAHUE 1 d)OpMI/IpOBaHI/Ie TKaHef/,I, Ka/irepnHbI

l ATPETALIAA UTpaIOT IIPUHIUIINAIBHYIO POJIb.

19.1.5. KagrepunHbl KOHTPONUPYIOT
paccnanBaHune KNeToK

[losiBaienye 1 ucyesHoBeHue crelUIHBIX Ka/re-
l OUGOEPEHLMPOBKA PUHOB OIpe/ie/leHHbIM 06Pa30M COOTHOCHUTCS CO CTa/[Hs-
MU HMOPHOHATBHOTO Pa3BUTHS, HA KOTOPBIX TIPOMCXO/TUT
NeperpyIIMPOBKA KJIETOK U U3MEHEHNE KOHTAKTOB MEXK/TY
numu. Hanpumep, npu oopMupoBany HepBHOI TPyOKN
— neTka- U ee OT/IeJIEHNH OT TIOKPBIBAIOIIEN CBEPXY 9KTO/IEPMBbI, ee
S catennut KJIETKN yTpaunBatoT E-kajrepuH n npno6peTaiot [pyrie
Ka/IrepHHbl, BKIIOYast N-KaJ[repyH, B TO BPEMs KaK KJIeT-
KU B AKTO/IEPME MTPOJI0JIKAIOT BbIpabarbiBath E-kajrepnn
(puc. 19.12, a, 6). 3areM, Korjga KJIETKA HEPBHOTO
rpeGHS OT/IEJISIOTCS OT HEPBHOW TPYOKM M HAUYMHAIOT IMEePEMENIaThCsl, 9TH Ka/[repPUHbI
1I0YTH HEe OOHAPYSKUBAIOTCS, 3aTO MOSBJISIETCST APYTOil KaarepuH (Kaareput-7), KOTOPbI
TIOMOTaeT y/Iep>KIBATh MUTPUPYIOIINE KJIETKU B COCTaBe c1ab0 acCOIMUPOBAHHOI IPYIIIBI
(puc. 19.12, 6). HakoHelr, Korja KJIETKH arperupyior 1 o0pasyioT raHIjinii, OHU CHOBa
HaurHatoT BbipabarbiBath N-kagreput (cM. puc. 19.11). Ec/m MCKyCCTBEHHO yBEJINYUTD
BbIpaGOTKY N-KajirepriHa B Pa3BUBAIONINXCS KJIETKAX HEPBHOTO IpeGHS, TO 3TH KJETKU
OKa3bIBAIOTCS] HECTIOCOOHBIMU OT/IEJIUTBCS OT HEPBHOI TPYOKH.

NccnenoBanus Ha KyJbTypaX KJIETOK MOJTBEPIKIAIOT TPEINOJIOKEHIE O TOM, YTO
roMouIbHOE CBI3bIBAHUE KA/ITePUHOB KOHTPOJUPYET MPOIIecChl (POPMUPOBAHKS TKAHH.
Harmpumep, B kierkax jauHun puGpo6IacToB, HAZBIBAEMBIX L-KJlemKamu, KaJrepuHbl
He SKCIPECCUPYIOTCS U KJIETKU HE MOTYT YCTAaHOBUTH KOHTAKTBI APYT ¢ ApyroM. OHaKO
eca B ot kietkn BBectn [IHK, komupytonryio E-kajareput, To oHu mpruo6peTaoT aTy
CIIOCOGHOCTL M UX a/ire3us MojaBJsgeTcs npu o6paboTke aHTuTesaMu K E-kajrepuny.
[Tockosbky TpaHCdenMpoBaHHbIE KIETKH HE MOTYT YCTAaHOBUTD COEAMHEHNE ¢ MHTAKT-
HbIMU L-KJIeTKaMu, Mbl MOKEM C/IeJIaTh BbIBOJI, YTO PUKPETIEHUE TTPOUCXOIUT TOT/IA,
korjga E-kaarepun Ha oniHOI KieTke coequnsieTcs ¢ E-kaarepunoM Ha apyroit. Ecim
cMenarh L-KIeTku, sKCIpeccupyrolye pa3inyHble Ka/[repUHbI, OHU OTCOPTUPOBBIBAIOTCS

HepBHaaA KneTtka

nepudepuyeckme raHrmmm
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Puc. 19.12. UsmeHeHUne xapaKTepa IKCNpeccum KagrepuHoB Npu KOH-
CTPYMPOBAHMM HEPBHOM cucTeMbl. [pesicTaBNeHbl NONEpPeYHble CPesbl
KYPUHOro SMBPUOHA Ha PaHHUX CTaAUAX Pa3BUTUA: a) OTAENEHNE HEPB-
HOW TPYOKM OT SKTOAEPMbI U OTAE/NEHNE HEPBHOIO rPebHA OT HEPBHOM
Tpy6KK. Ha pucyHkax (a, 6) npeactasieHbl UMMYHODTYOPECLEHTHbIE
MUKpodoTorpadmmn passmBatoLLECA HEPBHON TPYOKKU, OKpaLLEeHHOM
aHTUTenamu K (a) E-kagrepuHy u (6) N-kaarepuHy. 8) MNpu cmeHe xa-
PpaKTepa SKCMPEeCcUM reHoB PasanyHbIe FPYNMbl KNETOK 0bocobAsioTeA  4)
APYr OT Apyra COrNAacHO TOMY, Kakne KaArepuHbl OHU BbipabaTbiBatoT.
(MukpodoTtorpadum ntobesHo npeaocrasneHbl Kohei Hatta u Masatori
Takeichi.)

6) | J
100 MKM

aKTogepma

HepBHas Tpybka

KneTku, akcrnpeccupyowme E-kagrepuH
KNeTku, aKCnpeccupyoLLme kaarepuH 68
KneTku, akcrnipeccupytome N-kagrepuH
KNeTku, SKCrpeccupyoLime kaarepuH 7

KNeTK1 HEPBHOIO
rpebHs

8)

U arperupyior OTJAEIbHO APYr OT APYyra, YTO CBHUAETEILCTBYET O HMPEUMYIECTBEHHOM
cBsA3bIBaHMM ¢ KaarepuHamu coero tuna (puc. 19.13, @). I10 numutupyer cobGbITus,
KOTOpBIE MIPOUCXOAT NPH CMENIMBAHUM KJIETOK, BBIJAEJEHHbIX U3 TKaHell ¢ pasHbIMU
TunaMu KaarepuHos. [TogoGHas e cerperaims oGHapysKeHa U cMenreHnn L-KIeTok,
C Pa3HOii MHTEHCUBHOCTBIO BHIPAGATHIBAIOIINX OJMH 1 TOT e Kaarepun (puc. 19.13, 6).
[ToaTOMY BIOJIHE BEPOSITHO, YTO KaK KayeCTBEHHbIE, TAK U KOJMYECTBEHHBIE Pa3/INyKst
B 9KCIPECCHU KAArePMHOB MIPAIOT GOJIBITYIO POJIb B OPraHU3alin TKaHEl.

19.1.6. Twist perynupyeT snutenmanbHO-Me3eHXMaNbHble NepexoAbl

Arperaiusi KJaeTok 1npu (GOpMUPOBAHUU STIUTEUS IPE/ICTABIIET COO0I 06paTUMBbIii
npouecc. JlucnepcHble OgMHOYHbIE KJAeTKH (4acTO Ha3bIBaeMble Me3CHXUMALbHbIMIU
KJIeMKAML), €CI OHN HAYMHAIOT BbIPAGaThIBATh MOJIEKYJIbI a[r€311, MOTYT COOMPAThC
BMecte, o6pa3dyst snmresnii. 11 Hao60poT, AMUTENTNANbHbIE KIE€TKA MOTYT MEHATH CBOI
XapakTep, pactaaThCs U Jaske TIOKUAATH POJUTENbCKIN SMUTENNH, CTAHOBSICH OT/IeTbHBI-
Mu kjaetkamu. [1ogo6mHbie snumenuarvHo-me3enxumaivivle nepexoosl NrpaioT BaKHYIO
POJIb B HOPMAJIbHOM 3aPO/IbIIIEBOM PA3BUTHHU; TIPOUCXOKIEHIE HEPBHOTO rPeOHST — OJIUH
u3 ipuMepoB (em. puc. 19.11). Cyad o BeeMy, cucteMa ynpasieHnst, BKIIOYAIomas B ce6s
Ha6OP PeryJIaTopoB sKcrpeccnn, Taknx Kak Slug, Snail n Twist, a Taxxe (1a caemyio-
meM srane) E-Kagreput, akTHBHO y4aCTBYeT B 9TUX IEPEXO/AX: HAIIPUMED, B HEKOTOPHIX
TKAHAX ABYKPBLIBIX 1 TIO3BOHOYHBIX 3aITyCK dKcTpeccun Twist IpeBparaer smuTeamanb-
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KneTku, BbipabaTbiBatoLme Puc. 19.13. KaarepuH-3aBucMmasn rpynnuposka
E-kapreput KNeTOK. KNEeTKM B KyNbType MOryT rpynnmMpoBaThb-
CA COMNACcHO TWNy BblpabaTbiBaeMOro KaarepnHa
M YPOBHIO €ro sKCnpeccum. IT0 MOXHO npoje-

rPYMMNNPOBKA MOHCTPUPOBaTb, TOMETMB Paz/IMUHbIE NONYAALMM

- KNIETOK KpacuTeNAMM pasHbIX LBETOB. a) KneTku,

sKcnpeccupyolme N-KagrepuH, oTaensloTcs

KJ'I\eTKM OT K/IETOK, BbipabaTbiBatowmx E-kagrepuH. 6) Knet-
BIpaGATLIBAOLE KM € 6ObLLIMM YPOBHEM SKcnpeccuu E-kagrepuHa

a) N-KkaarepuH OTAENAKTCA OT KNETOK, BbIpabaTbiBaloLLMX Mano

E-kagrepuHa.

KNeTkn ¢ 60MbLIMM YPOBHEM
aKcnpeccun E-kagrepuHa

\ Hble KJIETKN B ME3eHXMMAaJIbHBIE, a IIpe-
KpallleHre ero BbIpaGOTKN OKa3bIBaeT
HPOTHBOIOJIOKHOE JIeHiCTBHE.
IINUTEINATbHO-Me3eHX UMAJIbHbIE
Hepexo/bl TaKXKe IIPOSIBJISIOTCS Kak
\ HaTOJIOTHYeCKUe COOBITHSI BO B3POCJION
kneTku, BbipaGaThIBaIoLME JKU3HH, & UMEHHO TIPH OHKOJIOTHYECKIX
6) mano E-kagrepuHa 3a6oseBanusx. bBombmumucTBo (opm
paKa BO3HHKAeT Ha OCHOBE 3IMTEJIHS,
O/THAKO PAKOBbIE KJIETKH IIPHOOPETAIOT OIIACHYIO CIIOCOOHOCTD PACIIPOCTPAHATBCS — TO
€CTDb CTAaHOBSTCS 3/I0KAUECNBEHHIMU, — TOJBKO KOTJIa OTJEISIIOTCS] OT POJHOTO SINUTENS
1 BHEZIPSIIOTCS B IPYTHE TKaHU. DKCIIEPUMEHTDI C KYJIbTUBUPYEMbIMHU 3/I0KAYeCTBEHHBIMI
KJIETKaMH paKa MOJIOYHOM >KeJle3bl IIOKA3bIBAIOT, YTO B Pe3yJIbTare OJIOKMPOBKI AKCIIPEC-
cun Twist oHM MOTyT CHOBA HOTEPSTh CBOM 3JIOKAauecTBeHHbIe cBoiicTBa. M Haobopor,
HIOBBICHB yPOBEHb 3Kcnpeccun Twist, MOJKHO 3aCTaBUTb HOPMAJIbHBIE SIHUTEIHAIbHbIE
KJICTKI TIpeTepIeTh 3IUTeNAIbHO-ME3eHXNMAbHDIN 1epexo/] U BecTn celsi Mo06HO
3JI0KayecTBeHHbIM KJeTkaM. Dddexr Twist ocrosan (1o KpaiiHeil Mepe oryacTn) Ha
HO/IaBJIEHUN 3KCIIPECCUM KaJTePHHOB, CKPEIISIIONINX SIHUTeHalbHble KaeTKH. Murire-
HDBIO, B YAaCTHOCTH, siBJIsieTcst E-kaarepun. [lefictBuTe/IbHO, MyTalllH, MPEISTCTBYOIINE
BbIpaloTKe Wi (DYHKIIMOHNPOBaHMIO E-KajireprHa, 3auacTyio 0GHapy KMBAIOT B PAKOBBIX
kietkax. CunTaroT, 4To OHM CHOCOOCTBYIOT IIPEBPAICHUIO KJETOK B 3JI0KAQUECTBEHHDIC
(cm. tmasy 20).

PYMNMNNPOBKA

—

19.1.7. KaTeHuHbI CBA3bIBAIOT KNaccnyecKkne KaagrepnuHbl C aKTUHOBbIM
yuToCKeneTom

Buexietoutbie JOMEHbBI KA/IFEPUHOB YYaCTBYIOT B TOMO(MDUIBHOM CBI3bIBaHUM. BHy-
TPUKJIETOUYHbIE JOMEHBI TUITHYHBIX KAJATepPUHOB, BKIIOYAsl BCE KIACCHYECKHE N HEKOTOPbIE
HEKJIACCUYECKHE, CBSI3BIBAIOTCS € (PUIAMEHTAMU IIMTOCKEIETa: aKTUHOBLIMU B CJIy4ae
a/ITe3MOHHBIX KOHTAKTOB M IPOMEKYTOUHBIMU B c/rydae gecMocoM (em. puc. 19.3). Csisb
C IIUTOCKEJIETOM HelpsMast; B Hell yJacTByeT I'DYIIa BCIIOMOTATETbHDBIX GHYMpUK.Le-
MOUHBIX AKOPHBIX OeK08, KOTOpble (POPMUPYIOT KJIAcTep Ha KOHIE KaJrepuHa. ITOT
CBSI3YIOIIUIT KOMILIEKC, MTPUCOEAUHSIONINI OMH 13 GEJIKOB KaJ['ePUHOBOTO CeMelicTBa
K aKTHHOBBIM JIMOO TIPOMEKYTOUHBIM (pUIaMeHTaM, BKJIOYAaeT B ce0si HECKOJIBKO pas-
JIHBIX MoJteKy.T (puc. 19.14). Ero KOMIOHEHTbI H3MEHSIIOTCS B 3aBUCHMOCTH OT THTIA
MPUKPETIIEHNS; OTHAKO TJIABHYIO POJIb, KaK MPABUJIO, UTPAET B-KAMEeHuH /Wi ero
O/IM3KUI POJACTBEHHUK Yy-Kamenun (naaxoziobum).
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Puc. 19.14. NMpukpenneHne Knaccu4eCKUX KaarepuHoB K aK-
TUHOBbIM punameHTam. KasarepuHbl HanpAmyto Kpenatca
K aKTMHOBbIM PUIAMEHTAM C MOMOLLBIO B-KaTEHWUHA U APYTKX
AKOPHbIX 6ENKOB. OL-KaTeHWH, BUHKY/IMH M MAKOM06UH (6e10K,
POACTBEHHbIV [3-KaTEHMHY, Er0 TaK¥Ke Ha3bIBAKOT Y-KaTEHUHOM),
BO3MOXHO, TOX€e NPUCYTCTBYIOT B 3TOM Komniekce nMbo
NPUHUMALOT yyacTue B ero cbopke. [leTanun atoro npotecca
He ACHbI. [lpyroi BHYTPUKNETOUHbIN 6enok, pl20-KaTeHuH,
TaKKe CBA3bIBAETCA C LUTONIA3MaTUYECKUM JOMEHOM Kajre-
puHa u peryanpyet GyHKuUmo nocneaHero. Kak obey»kaanoco
B rnaBse 15, KafrepuH BbINOIHAET, KDOME TOrO, O4YEHb BaXKHYHO
curHanbHyto GyHKumio (cm. puc. 15.77).

nnasmarmyeckas
MembpaHa

B ajire3MOHHBIX KOHTAKTaX TAK}Ke MPUHUMA- \
eT yyacTue JaJbHUIl POJCTBEHHUK ITUX OEJKOB,
p120-kamenun, TOMOTAIONINII PETYIPOBATH COOPKY
IEJI0r0 KOMILIEKca. Ec/in HCKyCCTBEHHO CHUBUTD BbI-
pabotky p120-karenuna, To Ka[repuHbl ObICTPO Jie- B-KaTeHUH ——
rPAIUPYIOT 1 MEKKJIETOUHAS a/[Ie3Hsl HAPYIIAeTCs.

Hckyccrsennoe nopbienne yposHs p120-karennna ﬂKopr,eﬂggmﬁ -

OKa3bIBaeT MPOTUBONOJIOMXKHOE JleiicTBue. Bozmox-

HO, YTO KJIETKH WCIIOJIb3YIOT M3MEHEHUEe YPOBHS

p120-xkarermHa mwin ero hochOpITIPOBAHHOCTIH /IS ARTUHOBLIG
peryJisiiiu pouHocTu ajre3un. B mo6oM ciydae, bunameHTbl
CBSI3b C AKTUHOM, Cy/Isl 1O BCEMY, OYEHb BaKHA

I 9PPERTUBHOTO MEKKIETOYHOTO COETMHEHNS,

MOCKOJIbKY KJIACCUYECKUE KAJrePUHbI, § KOTOPbIX

OTCYTCTBYET I[UTOILJIA3MATUYECKUIT JJOMEH, HE MOTYT HAJIEKHO CKPEILISTD KJIETKH.

p120-kaTeHnH —

LMTOMNA3MA

19.1.8. Aare3snoHHble KOHTaKTbl KOOPAUHNPYIOT
aKTUH-oONocpeAoBaHHYI0 NOABMXHOCTb COCeAAHNX KNeTOK

AJNIre3nOoHHbIe KOHTAKTBI BO MHOTOM ONPEAESAIOT MOP(MOTIOTHIO MHOTOKJIETOUHBIX
CTPYKTYP B TeJIe 3KNBOTHOTO. BBICTyTIad B pOJIM TTOCPEHNKA TIPH CBSI3BIBAHNN AKTHHOBBIX
(prraMeHTOB OIHOI KJIETKU C aKTHMHOBBIME (pUJIaMEHTaMU ee coce/iell, OHU HO3BOJISIOT
KJIETKaM B TKaHN KOOPJAMHNPOBATDH JIBUXKEHNS CBOMX aKTHHOBBIX ITMTOCKEJETOB.

AJre3nOHHbIe KOHTAKTBI MOTYT TIPUHIMATh pasJmdHble (opMbl. Bo MHOTTIX Heanm-
TEJMATBHBIX TKAHSIX OHU UMEIOT BH/] HEGOJIBIITIX TOYEK WJIH TT0JIOC, KOTOPBIE OPraHU3yIoT
HETIPSMYTO CBSI3b MEXK/IY KOPTHKATbHBIMI aKTHHOBBIMI (DUJIAMEHTAMU JIBYX B3anMO/1€H-
CTBYIOIINX KJETOK. B cepaeunoii Mpiie (eM. riaBy 23) OHU IPUKPEILISIOT AaKTHHOBbIE
IIy4KM K COKPATUTEIbHOMY allllapary 1 AeHCTBYIOT HapasuIeJIbHO € JeCMOCOMaMU, COe/U-
HsIsT COKPATUTENbHBIE KJIETKN Topetr K Topity. (O6palieHHble ApyT K IPYTY MOBEPXHOCTH
MBINIEYHBIX KJETOK, Ha KOTOPBIX PACHOJIOXKEHBI 3TN COEANHEHWS, TIPH OKPANTHBAHNT
OTYETJINBO BHU/HBI B CBETOBOW MUKPOCKOTI M MUMEIOT BH/] TaK HA3BIBAEMBIX 8CMABOUHDLY
duckoe.) Ho HanGoJiee THIIMYHBIE IPUMEPDI A/IFe3UOHHBIX COEMHEHNN MOKHO OGHAPY-
JKUTH B 9IUTEJINHU, T/le OHU 4acTo (POPMUPYIOT HENPEPbIBHBIN aAre3uoHHbIH mosic (mim
NOSICOK CUeNIeHUs) HETIOCPEICTBEHHO MOJT AMTMKATIBHOI TOBEPXHOCTBIO SrnTesust. T10sicok
CIETTICHUS OKPYIKAeT KasK/ylo U3 B3aMMOEHCTBYIONMX KieToK mracta (puc. 19.15).
WsHyTpu K aAre3MOHHOMY IOSCY KaXKAOW KJIETKU HMOAXOAUT COKPATUTE/bHDBIN IIy4OK
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aKTUHOBbIE Cbl/l]'laMeHTbI

MWKPOBOPCUHKM
BHYTPU MUKPOBOPCUHKM  MPOCBET <
Ha anukanbHol NoBEpPXHOCTU
\ KULIEYHUKA | \ P
]7 NIOTHbIN KOHTAKT
—  NyYOK aKTMHOBBbIX
/ dunameHToB
MosICOK
cuennenms KaarepuvHbl

naTeparnbHble y4acTku
nrnasmaTmyeckux MemopaH
COCEAHUX SNUTENUanbHbIX
KneTok

Puc. 19.15. Aare3sMoHHble KOHTAKTbl MEXAY 3NUTEIMANbHbIMU K/1IETKaMM B TOHKOM KULLEYHUKE. DTN KNETKU
CNeunann3npyroTca Ha NOMOLLEHUM NUTATENbHbIX BELLECTB; Ha MX anuKalbHOW NOBEPXHOCTU, 0bpaLLeHHOM
B NPOCBET KULLKM, HAXOAMUTCA MHOXKECTBO MMKPOBOPCUHOK (OTPOCTKOB, C/YMKALLUMX AN YBEIMYEHUA NIoLLaaN
MNOIOLLAOLLIEN MOBEPXHOCTH). AZAre3NOHHbIE KOHTaKTbl GOPMUPYHOT ITOACOK CUerIeHUs, OKPYKaKOLLMIM KaxKayo
13 B3aMMOAENCTBYHOLLMX KNETOK. [119 HErO XapaKTEPHO Ha/IMYME aKTUHOBBIX GUNAMEHTOB, NAYLIMX BAOb NO-
BEPXHOCTU MeMbBpaHbl B MeCTe KOHTaKTa. [y4Km aKTUHOBbIX GUIAMEHTOB CBA3aHbI C KaareprHamm nocpeacTsom
BHYTPUKIETOYHbIX AKOPHbIX 6e1KoB. KagrepuHbl nepeceKatoT N1asMmaTUyeckyto MembpaHy, a BHEK/IETOUYHbIe
[OMEHbI KaZirepMHOB Ha COCEAHMX KNETKax roMOpUIbHO CBA3bIBAOTCA. TaKMM 06pa3om, NMyyYKM aKTUHOBBIX
$dUNaMeHTOB coceHUX KNETOK OKa3blBAOTCSA COEAMHEHHbIMM APYT C APYTOM.

AKTUHOBBIX (DUJIAMEHTOB, OPUEHTHMPOBAHHBIN Mapa/LIeIbHO ILIa3MaTHYECKoil MeMOpa-
HE U NPUKPEIUIEHHbIA K Hell NP IIOMONIM KaJAreprHOB M aCCOLMMPOBAHHBIX ¢ HUMU
BHYTPHUKJIETOUHBIX AKOPHBIX OeMKOB. TakuM 06pa3oM, aKTHMHOBBIE IyYKU € TOMOIIBIO
Ka/IFePUHOB 1 SAKOPHBIX GEJIKOB CBSI3aHbI B OGHIMPHYIO MEKKJIETOUHYIO CETh. JTa CeTh
MOJKET COKPAIIAThCsA, UCHOJb3Yst GeJKu Muo3uHoBoro jasurarens (cM. raasy 16), oGe-
CIIEYMBast MOBUKHOCTD, HEOOXOANMYIO IS BOKHEIIIMX 1IpoIieccoB Mopdorenesa xu-
BOTHBIX — (hOpMUPOBaHUS TPYOOK, BE3UKYJI U JAPYIUX MOAOOHBIX CTPYKTYP U3 ILIACTa
snuTeMaIbHbIX KaeTok (puc. 19.16).

19.1.9. [lecmocombl NpuAaloT SNUTENNIO MeXaHNYECKYI0 MPOYHOCTb

/lecMOCOMBI ITOXOKNU TI0 CTPYKType Ha aJre3NOHHbIe KOHTAKTBI, HO CBSI3aHbI C IIPO-
MEKYTOUHBIMH, a HEe C aKTWHOBBIMHU (pumaMenTamMu. VX ocHOBHasg (PyHKIMS COCTOUT
B ofecIeueHny MeXaHMYeCKoH NPOoYHOCTU. [lecMOcOMbl UrpaioT GOJBIIYIO POJb Y 10~
3BOHOYHBIX, OJIHAKO He OOHAPY)KeHbI, HAnpuMep, y 1po3oduibl. OHU TPUCYTCTBYIOT
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CNOW anuTenNnanbHbIX KNEeToK

nosicok cuennenns . VIHBATHALIIA: SMUTENVANBHOTO MIACTA,

C aKTUHOBbLIMU BbI3BAHHAA COIMACOBAHHbLIM COKPALLEHVNEM
durnameHTamm MOACKOB CLUEMNEHNA B HEKOTOPbIX
\\ YYACTKAX CJ10A

SMUTENTMATIbHAA TPYBKA OTPbLIBAETCA
OT SMNUTEJTMANBHOIO CNoA

anuTenuanbHas
Tpybka

Puc. 19.16. O6pasoBaHue aNUTENMANbHOM TPYOKKN NyTeM CBOpaunBaHUA INUTeAnanbHoro naacra. Cornaco-
BaHHOE COKpaLLEeHWe aKTUHOBbIX GUIAMEHTOB, UAYLLMX BAOb NOACKA CLENIEHNA, 3aCTABNAET KNIETKM CYKaTbCA
B aMMKaJIbHOM YacTW M NOMOTAEeT 3MUTENNANBHOMY NAACTY CBEPHYTLCA B TPYOKY. B KauecTBe npumepa MOXKHO
npueecTM GopmMmnpoBaHME HEPBHOM TPYOKM B paHHEM PasBUTUM MO3BOHOYHbBIX (CM. puc. 19.12 v rasy 22).
CyuTatoT, YTO NepepacnpeseneHne KAeToK BHYTPU 3MUTEIMANIbHOTO CN0A TaKXKe UrpaeT BaXKHYO PO/b B 3TOM
npouecce (He NoKasaHo).

B OOJIBITUHCTBE 3PEJIbIX HIUTENER TO3BOHOYHOTO, HO 0COGEHHO UX MHOTO B 9IHJIEPMIUCE,
TO €CTh ANUTENH, (POPMUPYIONIEM BHEITHUH CJION KOKW; N3MOOJEHHBIM 0OGBEKTOM OO0~
XUMUYECKUX HCCJIeOBAHUIT ABJsIeTCs amuepMuc Hoca Obika. [IpoyHocTb 3Tol TKAHK
0CcOOEHHO BaJKHA, Be/[b KaXK/IbII Pa3, KOT/la >JKBOTHOE MACeTCs, € TPUXOAUTCS TPOTHBO-
CTOSITDH TTOBPEXKIEHUSIM.

Ha puc. 19.17, a nokasaHo o6iiee crpoeHne ecMocoMbl, a Ha puc. 19.17, 6 npes-
CTaBJIeHbI HeKoTopble hopMupyionie ee Genku. Kak mpaBmio, AeCMOCOMBI BBITJIS/IAT
KaK 3aKJIeNKH, CKPeIuIsiomie Kiaetku apyr ¢ apyrom (puc. 19.17, ). Bayrpu Kierkn
MyYKH HATIOMUHAIONMX KAHAT MPOMEKYTOUYHBIX (DUIAMEHTOB, TPUKPEILIEHHBIX K JIeC-
MOCOMe, 06PasyloT OYeHb MPOUHbI CTPYKTYpHbIH Kapkac (puc. 19.17, 2), cBs3aHHbII
C AHAJIOTUYHBIMU TTYYKAMU COCETHEN KJIETKH ¥ CO3/IAIONINI OXBATBIBAIONIYIO BCIO TKAHb
cerb (puc. 19.18). KoHKpETHBIIl TUII TPOMEKYTOUHBIX (DUITAMEHTOB, MTPUKPEIIEHHBIX
K JIeCMOCOMeE, 3aBUCHUT OT THIIA KJIETKU: 3TO MOTYT OBITb, HAIIPUMED, KepamuHosvle (hu-
JAAMEeHMbL, KaK B GOJIBITIHCTBE SIMUTETNATBHBIX KJIETOK, TG0 decMUnosvle (huramenmol,
KaK B KJIETKAX CEPJEYHON MBIIIIIHI.

Ba)xHOCTD 16CMOCOM IIOKA3bIBAIOT HEKOTOPble (POPMBI 1Y3biPUAMKU, CMEPTEIbHO
OIACHOTO KO3KHOTO 3a6oseBanust. [Ipu 5ToM 3a601€BaHNI OPraH3M BbIPAGaThIBAeT aHTH-
TeJaa K OJIHOMY U3 CBOUX COOCTBEHHBIX [[ECMOCOMAJIBHBIX KAJT€PUHOB. JTH aHTUTENA
CBSI3BIBAIOTCS € JIECMOCOMOM, TIPUKPEILISIONIEi IPyT K APYTY SMUIePMabHble KIeTKH
(kepaHOIMTBI), U pa3pyIiaT ee. B pesysbrare Ha Koxe 06PasyIOTCst BOJIBIPH, a SKU/I-
KOCTH OPraHu3Ma IPOCAYMBAIOTCS B OCJIAOTEHHBIN IUTEHI.
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Genkun agresun
13 ceMencTBa KagrepuHoB

QNIEKTPOHHO-MJ1I0THaA

NPOMEXYTOYHbIE NNacTUHKa 13 SKOPHbIX
unameHTbI 6enkoB
a)
3) | E— 2) |

0,5 MKm 100 HM

6) [OeCcMOMnakvH  nnakornobuH

SIKOpPHble 6enkn
nnaxkopunmH
6enkun agreann

— AecMorneunH N
13 cemeiicTea
— DECMOKONNMH | kanrepuHoB

N

NPOMEXYTOUHbIE
hbunameHTbl T~ nnasmatuyeckas membpaHa

Puc. 19.17. flecmocombl. a) CTPYKTYpHbIE KOMMOHEHTbI I6CMOCOMbI. Ha LIMTONNa3MaTUYECKO NOBEPXHOCTH
KaXKa0M 13 B3aMMOLENCTBYIOLLMX NIa3MaTUYECKMX MemMbBpaH HaXoAWTCA 3NEKTPOHHO-M/I0THAA NJACTUHKA, B CO-
CTaB KOTOPOW BXOAAT Pa3/INyHble BHYTPUKNETOUHbIE AKOPHbIE 6e/1KK. K MOBEPXHOCTU KaXKA0M TaKOM NAACTUHKM
KPEenuTCs My4OK KepaTMHOBbLIX MPOMENKYTOUHbIX GrnameHToB. TpaHCMeMbpaHHble 6e/IK1 aare3nmn M3 cemencTaa
KaArepMHOB TaKKe CBA3bIBAOTCA C NNACTUHKAMMU; X BHEKNIETOYHbIE JOMEHbI B3aUMOAENCTBYHOT APYT C APYTOM,
coeanHAA CMeXHble MembBpaHbl Npu yyactum Ca2*-3aBMCMMOro MexaHu3ma. 6) HekoTopble MoneKynapHble
KOMMOHEHTbI 6CMOCOMbI. [leCMOrIenH U AeCMOKONNIMH — NPEACTaBUTENIN KaArepUHOBOIO cemelicTa 6enkoB
aaresuu. Mx upMTonnasmaTMyeckme KOHLbI CBA3bIBAKOTCA C M/0K02106UHOM (Y-KaTEHUHOM) U MAGKOPDUAUHOM
(ZanbHWt poacTBEHHMK P120-KaTeHMHa), KOTOPbIN, B CBOKO 0Yepesb, CBA3aH ¢ 0ecMonaakuHoM. NocnesHni
CBA3bIBAETCA C HOKOBBIMM NOBEPXHOCTAMM MPOMENKYTOUHbIX PUNAMEHTOB, TEM CaMbIM 3aKPeNIAsA UX Ha Jec-
MOCOMe. 8) INeKTPOHHan MUKpodoTorpadus 4ECMOCOMHOTO KOHTAKTa MeXKAY 3NUAePMasbHbIMU KNETKaMM
KOYKM MbILLOHKA. 2) YHaCTOK TOW e TKaHW Npu 6o/ibLuem yBeIMYeHWI: BUAHA OTAE/IbHAsA 4EeCMOCOMa, a TaKKe
CBA3aHHbIE C HE NPOMEKYTOUHble dunameHTbl. (8 u 2 — u3 W.He, P.Cowin and D.L.Stokes, Science 302:
109-113, 2003. C paspelueHus nsgatenbctea AAAS.)

19.1.10. MeXXKneTtouyHble KOHTaKTbl MOCbINIAIOT CUrHasbl BHYTPb KNEeTKN

Ycranossenue v pa3pbiB KOHTAKTOB SIBJISIIOTCS. BAYKHBIMU COOBITHSIMU B JKU3HU KJIETKH
1 BbI3bIBAIOT GOJIbIIIME M3MEHEHNS B ee BHYTPeHHUX Tipolieccax. M nao6opot, nusmenenue
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Puc. 19.18. flecmocombl, NO/Ily4ECMOCOMbBI U CETb MPOMENKYTOY- K;m;ﬁ::ﬁf [1eCMOCOMa
HbIX PpunameHTOB. CeTU KepaTUHOBbLIX MPOMEXYTOUHbIX duna-

MEHTOB CMEXHbIX KNEeTOK (B AaHHOM C/niydae — KNeTOK anuTenunAa
TOHKOTO KMLLEYHMKA) CBA3aHbI APYr C APYrOM Yepes 4eCMOCOMbI,
a ¢ bazanbHOM MeMbpaHo — Yepes NoayAecMOCOMbI.

BHYTPEHHETO COCTOSIHUS KJIETKU, CKOPEE BCETO, MOKET
CTUMYJINPOBaTh 0OPAa30BaHNE WU PA3PbIB KOHTAKTOB.

Takum 06pazoM, CYIIECTBYET CIOKHAS MePEKPeCTHAsT

CBS3b MEXK/y MEXaHM3MaMU MPUKPEIJIEHUS U ITy-

TAMU Tlepe/laull XUMUYecKnX curHaioB. Harmpumep,

KaK Mbl y)Ke 3HaeM, U3MEHEHUs YPOBHSI BbIPAOOTKU

p120-kaTeHrHa MOTYT peryJimpoBaTh 06pa3oBaHue a/I-

re3MOHHBIX KOHTAKTOB; Mbl TaK)Ke YIOMMHAJM, YTO

HEKOTOPbIE BHYTPUKJIETOYHbIE CUTHAJIBHBIE Ty TH MOTYT

YIIPaBJIsATH 06pPa30BaHNEM KOHTAKTOB, (hocchopuimpysi

pasaryHble 6eJIKM, YYaCTBYIOIINE B MX YCTAHOBJIEHUH | \
(B TOM 4ucCJjie p120—KaTeHI/IH). Hwxe mbr OéCyJII/IM, 6azanbHas nonygecmocoma
KaK cUrHAJ 06 06pa30BaHNK WM Pa3pbiBe KOHTAKTOB ~ Memopana

MOZKET TIPOXO/IUTH BHYTPb KJIETKH; B 9TOM yYaCTBYIOT

benku cxahghosda, HaxoaANMecs Ha BHYTPUKJIETOUHON CTOPOHE KOHTaKTa.

Eitie oiHuM OCHOBHBIM YYaCTHUKOM JIBYCTOPOHHETO B3AaMMOIEHCTBIS MEXK/LY a/Ire3u-
eil U nepejlavell curHasia cunuTaercs B-kareHuH. B HacTosiel riaBe Mbl paccMaTpUBaeM
€ro KaK BaYKHEHIMII BHYTPHUKJIETOUHDIN SKOPHBIH OEJOK aJre3MOHHOTO0 COEJAUHEHUS,
CBSI3bIBAIOIINIT KA/[T€PUHBI C aKTUHOBBbIME (prsiaMeHTaMu. B riiaBe 15 oH mipe/icras nepe/y
HaMU B JIPYTO POJIM, & MMEHHO KaK YYaCTHUK MEXKKJETOYHOrO CUTHAIBHOTO Wnt-myTH:
TaM OH TIePEMENIAETCS U3 IIUTOIIA3Mbl K S/IPY, aKTHBUPYS TPAHCKPUITITHIO HEOOXOAUMbBIX
reHOB. 3a a/IF€3MBHYIO U T€HHO-PEryJISTOPHYIO (DYHKIIMHM OTBEYAIOT PA3HbIE YACTH MO-
JIEKYJIbI, HO TeM HE MeHee OJ[HA U Ta K€ MOJIEKYJia He MOXKET BBINOJIHATb 06e (pyHKImu
OJTHOBpeMeHHO. B pesyJsibraTe pacnajia a/[re3N0OHHOT0 COeJIMHEHNST MOJIEKYJIbI B-KaTeHnHA
CBOGOJIHO TIEPEMEINAIOTCS OT TIOBEPXHOCTU KJIETKM K €€ SI/[PY, BBICTYNas B KauyecTBE
CUTHAJIBHBIX MOJIEKYJI, U HA060POT, aKTUBHOCTH KOMIIOHEHTOB CUTHAJbHOrO Wnt-myTn
(peryympyronmx (ocdopumpoBaHie u JerpajJalmio B-KaTeHnHa ) MOKET KOHTPOJIMPOBATH
JIOCTYITHOCTH B-KaTeHnHa npu 06PA30BaHUU a/IT€3NOHHOTO COE/IUHEHMSI.

Hexoropble Heksiaccmyeckue KaJ[repuHbI MOTYT IO-[APYrOMY Tiepe/laBaTh CUTHAJIbI
BHYTpb KjeTkn. Hampumep, y GenkoB mnojcemeiictBa Flamingo ectb TpancMeMOpaHHbII
JIOMEH, CEMHUKPATHO MPOHU3BIBAIOIINIT MeMOPaHy, YTO TO3BOJISET IPEANOJI0KUTD, YTO
OHU MOryT (DYHKIIMOHUPOBATH KaK PEIENTOPbI, conpsikenHbie ¢ G-Gesqkamu . B kauectse
JIPYroro TpuMepa MOXKHO NMPUBECTH Kajarepus sHjoremus cocynos (vascular endothelial
cadherin, VE-cadherin). 9tor 6esoK He TONBKO y4acTBYyeT B YCTAHOBJIEHHH KOHTATOB
MEK/TY 9H/IOTEJTMATbHBIMU KJIETKAMK, HO TaKyKe HeOOXO/INM JIJIst UX BbIKUBAHUS. XOTS Y TeX
9H/IOTEJINAJIBHBIX KJIETOK, KOTOpble He BbipaGarbiBaior VE-kajrepuH, TeM He MeHee eCTb
BO3MOXKHOCTD CBSI3aThCSI JIPYT € IPyroM yepe3 N-Ka/irepiiH, OHU B KOHIIE KOHIIOB Oru6aioT,
MOCKOJIbKY HE CIIOCOGHBI 3/IeKBATHO PearnpoBaTh Ha BHEKJIETOUHbIH GEJIOK, HA3bIBAEMBIi
axropoM pocra stmrenust cocynos (vascular endothelial growth factor, VEGF), kotopbiii
caryskuT curianoM BoikuBatus. VEGF cBsasbiBaeTcst ¢ perentopHoii THpo3uHKiHa30ii (cM.
riaBy 15), s koropoit VE-Kajareput HeoGX0AMM B KauecTBe KO-PelerTopa.
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19.1.11. CeneKTNHbI ONOCPEAYIOT BPEeMEHHbIe MEXK/NEeTOUYHbIe
KOHTAKTbl B KPOBAHOM MNOTOKe

CynepceMelicTBO KaJrepiHOB WIpaeT IJIaBHYIO POJib B MEKKJIETOYHOH ajre3nu
y JKUBOTHBIX, OJIHAKO B OOPA30BAaHUM 3TUX KOHTAKTOB YYaCTBYIOT €llle KaK MUHUMYM
TPU cylepceMeiicTBa GelKOB MEXKKIETOUHON aTe3un: UHMEZPUnsl, CeACKIMUHbL M aJl-
resuoHHbIe UMMYyHO02A00yunbL (Ig). Janee Mbl 06CYIMM UHTErPUHBI G0JI€E MOAPOOHO:
X OCHOBHasl (PYHKITMS 3aKTIOYAETCS B YYaCTHM B KOHTAKTaX KJIETKH M MaTPHUKCA, HO
HEKOTOPbIE M3 HUX B OCOOLIX OOCTOSATENHLCTBAX OMOCPEAYIOT MEKKJIETOUHYIO aJIre3uio.
KasbineBasi 3aBCMMOCTD TOJICKA3bIBAE€T HAM TIPOCTOH CIIOCO6 KCIIEPUMEHTATIBHO Pa3-
JIMUUTD 9TH KJAcChl 6enKoB. CeJIeKTUHDBI, TaK K€ KaK Ka/repuHbl ¥ WHTErPUHbI, JIJist
OCYILIECTB/ICHNsI CBOEH ajire3uBHoil hyHKIMU TpeGyioT npucytcTBust noHoB Ca?’; Geku
Ig-cynepcemeiictBa — Her.

CeJIeKTHHBI SIBJISIIOTCS TIOBEPXHOCTHBIME YTJIEBOI-CBsI3bIBatonmMu Gesikamu (Jiex-
MUHAM), YYaCTBYIOIIMMK B YCTAHOBJICHUH Pa3/JNYHBIX BPEMEHHBIX MEKKJETOUHBIX
a/IFe3MOHHBIX B3aMMOZEHCTBUI B KpoBOTOKe. VX ocHoBHasg posb (1o kpaitHeii mepe
y MO3BOHOYHBIX) COCTOMT B YYacTHH B BOCIAJUTENbHON peakiuu ¥ B yIPaBICHUN
JIBIDKEHUEM JIEHKOIIUTOB., JTH KJETKU BEIyT KOYEBOU 00pa3 XKu3Hu, OyKIas MEXLy
KPOBSIHBIM PYCJAOM W TKAHSAME, YTO OTPeeNseT WX OCOOEHHOCTU TP YCTAHOBIEHUN
KOHTaKTOB. CeJIeKTHHBI KOHTPOJMPYIOT CBA3bIBAHNE JIEHKOIIUTOB C KJIETKAMU SHIOTENS,
BBICTHJIAIONIMU KPOBSHbBIE COCY/[IbI, TEM CaMbIM IO3BOJISIS KJETKAaM KPOBHU MOKHU/ATDH
KPOBSTHOE PYCJIO U BHEJIPSTHCS B TKAHD.

OrtaenbHbII CeTeKTUH TPeACTaBsger co6oil TpaHCcMeMOPAaHHBIN GeIOK ¢ KOHCEP-
BaTUBHDBIM JIEKTHHOBBIM JIOMEHOM, KOTODbBIN CBSI3BIBAETCSI C OIPEJEJEHHBIM OJIUTOCA-
XapuoM Ha noBepxHoctH Apyroil kaerkn (puc. 19.19, ). M3BecTHo Kak MUHEMYM
TPH TUTA CEJIEKTHHOB: L-ce/ieKmun, pactoaraiouics Ha TTIOBEPXHOCTU JIEHKOIIUTOB,
P-cesnextn — Ha TpoMOOIMTAaX W HA JH/IOTEJUOIUTAX, JOKAJIbHO aKTUBHPOBAHHBIX
BOCTIAJTUTETLHOM peakiieit, n E-ceslekTrH, HaXoASAIuMiics Ha aKTUBUPOBAHHBIX 9H/IOTE-
JIMAJILHBIX KJeTKax. B mumdboniHoM oprane, TakoM Kak JuMboy3es Wi MUHIAJIeBUHAS
JKeJie3a, SH/I0TEJIMOLUTDI BbIPAOATHIBAIOT OJIMTOCAXAPU/Ibl, Paclio3HaBaeMble L-cesekTuHOM
JuMGbOIITOB, B pe3yJbTaTe Uero JUMMOINTHI 3aMeJJITIOT IBIDKEHNE U OKAa3bIBAIOTCS
B JIoByIIKe. TaM, r/ie pa3BuBaeTcs BOCTIATUTENIbHAS PEAKIs, POJIN MEHSIOTCS: SH/I0Te-
JIMOITUTBI 3aITyCKAIOT AKCIPECCUIO CEJIEKTHMHOB, KOTOPbIE PACIO3HAIOT OJIMTOCAXAPUIbI
HA MOBEPXHOCTH JIEHKOINTOB U TPOMOOIIUTOB, MPHU3bIBAs UX OCTAHOBUTLCS U MOMOYb
CTIPABUTBHCS ¢ aBapuiiHol cutyarmeii. OHAKO CeMeKTUHBI He JeHCTBYIOT B OJUHOYKY;
oHu paboTAIOT HA TAPy € MHTErPUHAMHU, KOTOPbIE YCHJIMBAIOT CBSI3b KJETOK KPOBU
¢ oHAOTeaneM. MeXKIeTOUHbIe KOHTAKTBI, B KOTOPBIX YYACTBYIOT KaK CEJeKTHHBI, TaK
U MHTETPHHDI, SBJISIOTCS 26MepopuibHblMU — TO €CTb CBSI3b OCYIIECTBJISIETCS MEKIY
MOJIEKYJIaMU PA3HOTO TUIIA: CEJIEKTHHBI CBSA3BIBAIOTCS C ONPEEIEHHBIMUI OJIUTOCaXapy-
JlaMU TJIMKOTIPOTEU/IOB WJIM TJIMKOJIUIINOB, B TO BPEMsi KaK MHTErPUHbBI CHEelndUIHO
CBSI3BIBAIOTCS C JIPYTUMU OEJIKAMHU.

CeJIeKTUHBI M UHTETPUHBI JeHCTBYIOT MOCIE0BATEIbHO, TTO3BOJISI JIEHKOIITAM TI0-
KU/IaTh KPOBOTOK M BXoauTh B TKaHb (puc. 19.19, 6). Cenekturbl onocpeayor ciadbie
aJ/Ire3MOHHbIE B3aMMO/IEHCTBUS, TIOCKOJIbKY WX JIEKTUHOBBIIT J[OMEH NMeeT HU3KOE CPOJICTBO
K CBOEMY OJIUTOCAXAPH/HOMY JIUTAH/y. JTO NMPHUBOJIUT K TOMY, UYTO JIEWKOIUTHI CBS3bI-
BAIOTCS € 3HJI0TEEM ¢cJ1abo 1 06paTUMO M MOTYT KaTUThCS IO TIOBEPXHOCTH KPOBSIHOTO
cocy/1a, No/ITaIKNBaeMble JIBIKEHNEM KPoBH. Takoe /IBIKeHNe TIPOI0JIKAETCS /10 TeX TI0P,
TIOKA JIEHKOIUT He aKTUBUPYET CBOM MHTErprHbl. Kak Mbl 06CYIUM Jlajiee, 3T TPAHCMEM-
GpaHHbIE MOJIEKYJIbI MOTYT TIEPEXO/IUTh B «JIMTKYIO» KOH(MOPMAIIUIO, MO3BOJISIONLYI0 UM
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Puc. 19.19. CTpyKTypa U GyHKLUU CENEKTUHOB. a) CTPYKTY-
pa P-cenekTnHa. ITOT CENEKTUH CBA3AH C aKTUHOBbLIM LIUTO-
CKe/NIeTOM C MOMOLLBIO M/IOXO M3YYEHHbIX AKOPHbIX BEeNKOoB.

___— TNEeKTVHOBBbIN JOMEH

[OMeH anvaepManbHOro
akTopa pocTa

6) Cxema, UNIIOCTPUPYIOLLLAA POJb CENEKTUHOB Y UHTETPUHOB
B YCTAHOB/IEHUMN MEKKNETOYHbIX KOHTAKTOB, HEOOXOAUMbIX A5t
MUIpaLLMmM NIEMKOLMTOB M3 KPOBEHOCHOTO COCYAA B TKaHb. [pe- P-cenekTtuH
e BCEro, CeNeKTUHbI SHA0TENNANbHbIX KNETOK CBA3bIBAOTCA
C onmMrocaxapuamm Ha NoBepPXHOCTU Benol KNeTKMU KPOoBM,
B pe3y/ibTaTe Yero OHa HEMpPOYHO MPUKPENNAETCA K CTeHKe

. N BHEKITIETOYHOE
cocyaa. 3aTem B N/1a3MaTUYECKO MeMbBpaHe IEMKOLMTA aKTU- MPOCTPAHCTBO
BUPYeTCA MHTErpuH (06bIYHO 3TO MHTerpuH LFA1). Tenepb aTOT
VMHTErPUH MOXKET CBA3ATbCA C HEKOM-UMMYHOrN06yIMHOM
ICAM1 Ha membpaHe 3HA0TeNMaNbHOI KneTku. 3Ta Bonee LIMTONNA3MA
NPOYHas CBA3b NO3BONAET JIEMKOLUTY NMOKUHYTb KPOBAHOE
pycno. \/

AKOPHble /
Genkn aKTUHOBbLIV
a) dunameHt
6asanbHas — _
mMembpaHa
HEMPOYHbI MPOYHbIA KOHTAKT
KOHTAKT 1 KAYEHVE N MUTPALINA
(cenekTH-3aBUCHUMbIE)  (MHTErpUH-3aBUCUMAS) KPOBEHOCHbIIA
cocyn,
6enoe
KPOBSIHOE Terblie N ™~
\ — — j
aHgoTenvasnbHas —
Knetka _
6) TKaHb

IMPOYHO CHEIVIATbCA C APYTUMU MOJIEKYJIaMU BHE KJIETKM — B HallleM cJjy4dae, C OesIKaMu
Ha IMOBEPXHOCTU KJETOK dHAOTE/INA. Kak toapko Takoe Clierienne Immpou3oliLio, JICI?IKOHI/IT
MEePexXo/ T U3 KPOBAHOI'O pycJja B TKaHb, ITPOTAJTKUBAACH MEKAY IHAOTECTNOIUTAMM.

19.1.12. benku cynepcemeinctea MMMYHOTII06y/IMHOB Yy4acTBYIOT
B Ca2*-He3aBNCMMOI MEXKNETOYHOW aare3nm

OcHoBHBIE GEJTKI SHTOTETNATBHBIX KJIETOK, KOTOPbIE PACTTO3HAIOT WHTETPUHBI Jieti-
korutos, Hocat Hagsauue [ CAM (intercellular cell adhesion molecules, Mexknerounbie
6enxu knerounoii agresun) u VCAM (vascular cell adhesion molecules, 6enxu agresun
KJIETOK coCcy10B). OHHM ABJIAIOTCS YIEHAMM ellle OZHOTO GOIBIIOrO M APEBHETO ceMelcTBa
MOBEPXHOCTHBIX MOJIEKYJl — cynepcemeiictBa ummyHor 100y mnos (Ig). Otu Geskn
CofIepsKaT OJMH I HECKOJBKO BHEKJIETOYHBIX [g-TIOOGHBIX JOMEHOB, XapaKTEPHBIX
Juist Mosiekys anturen (M. riaBy 25). YV HUX ecTb MHOrO (DyHKIMii, HE CBSI3aHHBIX
€ UMMYHHOI CHCTEMOI 1 MMMYHHBIME 3260JIEBAHVSIMU.
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Puc. 19.20. [iBa 6enKa KneTouHol aagreamm —
npeAacTaBUTeNy cynepcemeiicTBa MMMyHOr006y-
nuHoB. NCAM BbipabaTbiBalOT HEMPOHbI U MHO-
Ve APpYrue KNETKU; OH y4acTBYET B roMopuIbHOM

__ AncynbduaHas cBasb

N N CBA3bIBaHMM. 34€Cb MOKa3aH /INLLb ero 6eNKoBbIN

OCTOB; 4aCTO K HEMY KOBA/IEHTHO NPUCOEANHAIOT-

CA LLenu cManoBom KMCAOTbI (nosMcaxapua), 3a-

}\/ TPYAHAOLWMeE ycTaHOBNEHNE KOHTaKTa. ICAM BblI-
}Ig-nonomue pabaTbiBaeTCA B SHAOTENMANBHBIX M HEKOTOPbIX
AOMeHSI apyrvx Knetkax. OH reTepodu/ibHO CBA3bIBAETCA

C UHTETPUHOM Ha NOBEPXHOCTU NIENKOLUTOB.

(hBPOHEKTUHOBbBIE
nomensl Il Tuna

B o Bpems kak u ICAM, u VCAM

Ha ITOBEPXHOCTU 9H/IOTETNUOIIUTOB OIIO-

CpeEAYIOT FeTepO(bPIJIbHOQ CBA3bIBaHHE
C MHTETpUHaMHU, MHOTHE IpyTrue OesIKI

LTOMNA3MA Ig — cemeiictBa, okasbIBaercs, yda-
c c CTBYIOT B TOMO(WJIbHOM CBSI3bIBAHUN.
L
C 10 v B kauecTBe puMepa MOKHO TPUBECTH
NCAM ICAM NCAM (neural cell adhesion mol-

ecule, Monekyma ajare3un HePBHBIX
KJIETOK ), KOTOpasl BBIPAOAThIBAETCS KJIETKAMU PA3INYHbIX TUIIOB, BKJII0YAsk GOJIbITUHCTBO
HEPBHBIX KJIETOK, M MOXKET NPUHUMATh Pa3jndHble (DOPMBI, MOJydaeMble B pe3yJibTare
ambTepHaTHBHOTO ciunaiicuira PHK-rparckpunTos ogHoro u toro ke rexa (puc. 19.20).
Hexkoropbie ¢hopmb NCAM HecyT Ha ceGe HEOOBIYHO MHOTO CHa/IOBOI KHC0ThI (1€,
COCTOSIIIINE U3 COTEH OCTATKOB CHAJIOBOIT KUCJIOTBI). Biiarogapst cBoeMy OTpHIATeIbHOMY
3apsi/ly JUIMHHBIE TIOJMCHAIOBbIE 1[EIT MOTYT BJIMSTH Ha KJIETOUYHYIO aare3nio (MOCKOIbKY
O/THOMMEHHDIE 3apsi/ibl orTankuBaiorcs). NCAM, CH/IbHO HArpysKeHHbI CHAJIOBOI KIiC-
JIOTOI, MOTYT JlayKe TIO/IaBJISATh AJIT€3UI0, & HE CIIOCOOCTBOBATD €.

[Ipu B3anMoIeiicTBIN € COCE/ISIMU KJIETKH OOBIYHO MCITOJIB3YIOT HECKOIBKO PA3IITYHBIX
6EeJIKOB a/Ire3UH; TOUYHO TaK JKe KJIeTKa MMeeT HECKOJIbKO PAa3/IMUHbIX PEIENTOPOB PACTBO-
PHUMBIX BHEKJIETOUHBIX CUTHATIbHBIX MOJIEKYJI, TAKUX KaK TOPMOHbBI 1 (PaKTOPbI pocTa. XOTs
KaJirepuHbl 1 6esiky [g-ceMeiicTBa 4acTo SKCIPecCUPYIOTCS B OJTHUX ¥ TEX K€ KJIEeTKaX,
KOHTaKTbI, OIIOCPEI0BAHHbIE KaJrepUHAMI, HAMHOTO ITPOYHee, 1 IMEHHO OHH, 110 OOJIbIIIel
YaCTH, OTBEYAIOT 32 COEIMHEHNE KJETOK JIPYT C IPYroM, 060co6IeHIe TPYIIIT KJIETOK TIPU
006pa3oBaHNU TKAHEH U TT0//IepKaHne TIeJTOCTHOCTH TKanu. Mosiekyibl, 1oo6Hbie NCAM,
BEPOSITHO, UTPAIOT POJIb JIUIITh B TOHKOI TIOICTPOMKE 3TUX a/IT€3MOHHbIX B3aMO/IEHCTBII
IIPU Pa3BUTUU W PETEHEPAINY TKaHeH, ¥ TIPUHUMAIOT y4acTue B (DOPMUPOBAHUT OCOOBIX
KOHTAKTOB, KaK TOT, YTO 00pa3yercsi Mex/1y KPOBSHBIMHU W 3H/IOTEITHATbHBIMU KJIETKa-
M. [loatoMy, B TO BpeMs Kak MyTaHTHbIE MBIIIN, Y KOTOPBIX OTCYTCTBYyeT N-KajrepuH,
noru6aroT Ha PAaHHUX CTAJUSX Pa3BUTHS, MbIIH, Y KoTopbix HeT NCAM, passuBaioTcs
OTHOCHUTEIBHO HOPMAJIbHO, HO TIPOSIBJISIOT HEKOTOPbIE cjabble OTKIOHEHUS B PAa3BUTHU
orpe/ieJIeHHBIX TKaHel, BKJ0Yask HEKOTOPbIE YYaCTKU HEPBHOU CHCTEMBI.

19.1.13. B popmupoBaHnun cMHanNca y4acTByIlOT MHOTMe MOJEKY bl
KNeToOYHOon agresnmn

B Heiiponax cjio3KHbIE MOJIEKYJISIPHBIE CUCTEMBI a/IT€31U UTPAIOT OCOOEHHO BasKHYIO
POJIb, MOCKOJIBKY OHU, Hapsily ¢ XeMOATTPAKTAHTAMHM U PACTBOPUMBIMU CUTHAJILHBIMU
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(hbakropamu, ONpeesSIOT HAIPABIEHUE POCTA AKCOHA U YIIPABJISIOT 0OPA30BAHUEM CIIEll-
nudeckux HepBHBIX coeunennii (eM. raasy 22). TIOMUMO IIPOYUX MOJIEKYJI, B 9THX TIPO-
reccax GoJIbIloe 3HaYeHe UMEIOT OeJIKU a/Ire31u U3 CylepceMencTBa IMMYHOTJIOOY JINHOB.
K mpumepy, y mio10Bbix Mytiek ¢ gedextibm 6eskoM Fasciclin2, poncrentibiv NCAM,
HEKOTOPBIE AKCOHbBI CJIEAYIOT HEBEPHBIM MYyTE€M U HE JOCTUTAIOT CBOEr0 HA3HAYEHMUS.

Jpyroit 6enok Ig-cymepcemetictBa, Fasciclin3, o3BossieT KoHycaM pocTa HefipOHOB
py NpUOIMKEHUN K CBOMM IEJISIM YCIENTHO X Paclio3HaBaThb. JTH GEJIKM BPEMEHHO
IKCIHOHUPYIOTCS HA MOBEPXHOCTH HEKOTOPBIX JIBUIATEIbHBIX HEHPOHOB y JIPO30(MIIIbI,
a TaKyKe HA MOBEPXHOCTU MbIIIEYHBIX KJETOK, KOTOPble OHU OOBIYHO WHHEPBUPYIOT.
Ecsin 3111 MOTOpHBIE HENPOHDBI reHEeTHYECKUMU MeToiaMu uiimTh Oenka Fasciclind, o
OHU HE MOTYT PACIO3HATb CBOM IIJIEBbIE MbIIIEYHbIE KJIETKU 1 He (DOPMUPYIOT C HUMU
cunarc. VM Hao6opot, ecJiu iBUraTeibHble HEHPOHbI, KOTOPbIE B HOPMeE He BbIPaGaThIBAIOT
Fasciclin3, 3acTaBuTh MPOM3BOANTH ATOT GEMOK, TO OHU OYAyT 06PA30BBIBATH CHHATICHI
C MBIMIEYHBIMI KJIETKaMu, BbIpabaTbiBaionuMu Fasciclin3, xots B HOpMe Takast CBsI3b
He ycranaBimBaercsi. TToxoxke, uto Fasciclin3d omocpeayer atn cuHanTuaeckue coen-
HEHUsI [TOCPEJCTBOM rOMO(MUIBHOIO CBSI3bIBAHUS 110 IPUHIIUIY COOTBETCTBUS. bDeskun
ceMelicTBa UMMYHOTJIOOYJIMHOB UI'PAIOT CXO/IHYIO POJib Y MO3BOHOUHBIX. BeJsiku 1ojice-
MeiicTBa Sidekicks, k npuMepy, y4acTByIOT B TOMO(MDUIBHOM CBSI3bIBAHUM, 1 PA3THYHbIE
Sidekicks-6emkn aKCIIpecCcHpyioTcst B PA3JIMIHBIX CIOSIX CETUATKH, (DOPMUPYST CHHATICHT
MESK/ly HEHpPOHAMU CETYATKH, BbIPAOGATHIBAIOIIUMU OJMH U TOT K€ OEJIOK U3 3TOTO Ce-
MelicTBa. Eciin xapakrep 9KCIPECCUU UCKYCCTBEHHO M3MEHUTh, TO COOTBETCTBYIOIIUM
00Pa30M MEHSIETCSI U CETh CUHAITUYECKUX KOHTAKTOB.

MoutekyJibt ajire3unt, y4acTBYIOIIEe B UHUIUAITMN (DOPMUPOBAHUS CUHAIICA, HU B KOEM
cyudae He ucueprbiBaiorces: Gesikamu Ig-cynepcemeiicrBa. Hegocrarounas jin6o, Hao60-
POT, UBJIUIIHSSE BIPAGOTKA HEKOTOPBIX JIPYrux GEJIKOB CUHANTHYECKOI a/[re3uu, He OT-
HOCSIIIUXCSL HU K OJHOMY M3 YHOMSIHYTBIX HAMU JI0 CUX IIOP TUIIOB, MOKET HAIIPABUTH
KOHYCbI POCTa M0 JIOKHOMY IIyTU U 3aCTaBUTh (DOPMUPOBATH CUHAIIC C KJETKOIi, HE SIB-
JISTIONIENCST HEWPOHOM, KOTOPasi B HOPMe HUKOrja He Obuia Obl MHHEpBUPOBaHA. Tak,
ecJI IIPUHY/IUTH HE HEPBHbIE KJIETKU BbIPAOATLIBATD HEUPOIUZUH, TPAHCMEMOPAHHDIN
6€JI0K, IBOJIIOIIMOHHO PO/ICTBEHHDIH AlleTH/IX0IMHICTEPa3e, HEHPOHbI OYAYT 00Pa30BbI-
BaTb C HUMH CHHAIIC, TIOCKOJIbKY HEHPOJUTUH CBSI3BIBAETCS C OETKOM HEUPeKcunoM,
HAXOJISIIUMCST Ha MeMOpaHe MPeCHHANTHIECKOTO HeHPoHa.

19.1.14. CoeanHNTeNnbHbIE KOMNNEKCbl 0Opa3yloTca 6narogapsa 6enkam
ckadpdonpa

Yrto6bl 06pa3oBaTh CHHATIC, TIPe- 1 TIOCTCHHANTHYECKAS KJIETKU TOJDKHbBI HE TOJBKO
pacnosHaTh JIPyT Jpyra W YCTAHOBUTb KOHTAKT: UM HYKHO TakKye cOOpaTh CJIOKHYTO
CUCTEMY CUTHAJIbHBIX PENEINTOPOB, NOHHbIX KaHa/JI0B, CUHAIITUYECKUX ITy3bIPbKOB, CTbI-
KOBOYHBIX O€MKOB M APYruX KoMmmoHeHToB (cM. rmaBy 11). AmmapaT CMHANTHYECKON
Hepe/lauyl CUTHAIA He MOT Gbl CYIECTBOBATH €3 MOJIEKYJT KJI€TOYHOI a/[re3ut, MPOYHO
COC/IMHAIONNX MPpe- U MOCTCUHAITUYECKYIO MeMépaHbI " IoMOoraromux yaep;kuBaTb BCe
JleTa/in MeXaHn3Ma IIepeadul CUTHa/la B UX IIPAaBUJIbHOM IIOJIOKEHHUU. TaK, KaJATepuHbI,
KaK TIPaBHUJIO, CKOHIIEHTPUPOBAHbBI TOYEYHO HA Tleprueprn CHHANCa, a TakKe Hermocpe/l-
CTBEHHO B O0JIACTH B3aNMOJIEHCTBIS MeMOpaH; TO JKe KacaeTcst GeJIKOB cyliepceMeiicTBa
MMMYHOTJIOOYJIITHOB 1 IPYTHX MOJIEKYJT are3n. B aeficTBUTeTbHOCTI B KJT€TKaX HEePBHOI
CHCTEMBI TTO3BOHOYHBIX BBIPAOAThIBAaeTCS OKOJIO 20 PA3JMYHBIX KJIACCHYECKUX Kajre-
PHUHOB, IIpUYEM B Pa3HbIX Cy6HOHyJI§IHI/I§IX HeﬁpOHOB OHHU IIPpEACTaBJICHbI B Pa3/IMYHbIX
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KOMOWHAIINSIX, U BECbMa BEPOSTHO, YTO CEJIEKTHBHOE CBSI3bIBAHUE ATUX MOJIEKYJT TAKIKe
UTPAEeT POJIb B ONpe/IeJIeHNH TIPABUJIBHOCTH MAapPTHEPA, ¢ KOTOPBIM 06Pa30BaH CHHATIC.

Ho xak MoseKyJibl aire3un CBA3aHbl € IPYTUMHI KOMIIOHEHTAMI CHHATICA M KaK OHI
YAEP’KUBAIOT 3TN KOMIOHEHTHI Ha cBoeM MecTe? CYnMTaroT, 4TO 3/1eCh IIEHTPaTbHAs POJIb
npuHa/IeRuT 6erkam ckadpdoaza. i BHY TPUKIETOTHBIE MOJIEKYJIBI COCTOSIT U3 CEPUI
6€eJIOK-CBSI3LIBAIONTNX JIOMEHOB, BKJIIOYATONIEH, KaK MpaBujio, Heckoabko PDZ-1omMenoB —
CEerMeHTOB JTMHOHN 0K0sI0 70 aMITHOKHMCIOTHBIX OCTaTKOB, KOTOPbIE MOTYT PACIO3HABATDH
1 cBsi3bIBaTh C-KOHIIEBbIE BHY TPHKJIETOYHbBIE XBOCTDI OIPE/IEIEHHBIX TPaHCMEMOPAHHbBIX
moJtexy (puc. 19.21). Oaun gomen Genka ckaddosia MOKET, HAPUMEp, CBI3bIBATHCS
¢ 6eTKOM MEKKJIETOYHOM a/Ire3WH, JIPYTOi CIEIIIeTCsT C HOHHBIM KaHAJIOM-PeIenTOpOM,
a TPeTHii IPUCOeANHSETCS K OeIKy, KOTOPBIN PETYJINPYET 9K30IUTO3 U 9HAOIUTO3 TGO
obecrieynBaeT CBsA3b ¢ IUTOCKeseToM. Bosiee Toro, oaHa Mosekyna 6eka ckaddosa
MOJKET CBSI3bIBATHCS C JIPYroil. Takum 06pa3oM, KieTKa MOJKET COTKATD IEJIbli «KOBEP»
13 GEeJIKOB, IPUYEM BCe KOMIIOHEHTDI, HeOOXOIMMBbIE [T CHHATICA, OY/IyT BILJIETEHDI B €70
tkanb (puc. 19.22). HecKoJIbKO COT Pa3IMUHbIX THIIOB GEJIKOB YYaCTBYeT B 06Pa30BaHUK
TaKOM CJOXKHOW CTPYKTYpbl. MyTainu B cuHanTindeckux 6ekax ckadosia u3MeHsoT
pa3Mep 1 CTPYKTYPY CHHAIICA W MOTYT MMETb OIIyTHMbIE TOCJIE/ICTBUS /I (PYHKITHO-
HUPOBaHMA HEPBHON cucTeMbl. [loMnMo mpodero, Takue MyTaIlii MOTYT OTPHIIATETHHO
CKA3bIBATHCA HA MOJIEKYJISIPHBIX MEXaHU3MaX, JIEKAIIMX B OCHOBE OOYUYEeHWs 1 MaMsTH,
KOTOPDBIE 3aBUCAT OT CHOCOOHOCTH ANEKTPUUECKON aKTHBHOCTU MO3Ta OCTABJIATD JOJTHI
cyiefl B BHU/Ie MI3MEHEHNS apXUTEKTYPbl CHHANITHYECKNX KOHTAKTOB.

bBenxn ckaddonma, BMecTe ¢ MX MHOTHME TIOTEHIINATBHBIMI TTAPTHEPAMU, TIPUHU-
MaloT yyacTue B 00pa3oBaHUM JIPYTUX CTPYKTYP U UMETOT HHble (DYHKIUHU, HE CBSI3aHHbIE

noTeHuunan-3aBuCcUMbIii

HeMpOnMrH KanveBbli KaHan
rnyTamaTtHble peLenTopbl
(NMDA-peuenTopsbl)
/
nocTcuHanTuyeckasi MembpaHa
SH3-pgomeH PDZ-pomeHsbl

apyrve 6enku ckadpdonaa

1 Berku, ceAsaHHble Co ckadhdonaom Benku ckacbcbonza Digd (PSDI5)

Puc. 19.21. BenokK ckadpdonga. NMpeacrasneHa JoOMeHHasA CTPyKTypa b6enka mnekonuTtatowwmx Dlgd, romonora
6enka Discs-large y Apo3odunbl, a TakkKe HeKoTopbIX ero MraHaoB. DIgd HakanavBaeTca B cuHance, cpasy
3a NOCTCMHANTUYECKON MEMBPAHOW; MOSTOMY OH TaK¥Ke U3BECTEH KaK 6eN0K MOCTCMHANTUYECKOTO YNIOTHEHNA
PSD95 (postsynaptic density protein 95). C NOMOLLbO CBOMX MHOTOYMC/IEHHbIX 6EM0K-CBA3bIBAOLLMX LOMEHOB
3Ta MOJIEKYNa COEAMHAET Pa3NYHbIE COCTaBAAIOLWME cMHanca. Monekynbl DIg4 moryT TakKe CBA3bIBATLCA APYT
C ApYrom v Apyrumu monexkynamm ckaddonaa, cosgasan 06WMPHYIO ceTb, 06bEANHAOLLYHO BCE KOMMOHEHTDI
cvHanca. Kpome Toro, 6enkam ckaddonga otBeaeHa BarKHaA Posib U B APYIUX MEKKIETOUHbIX KOHTaKTaX.
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C CHHAIICAaMU U CHHAINTHYECKOIl repesadeil. B kauecTBe npumepa MOKHO mpuBectu Ge-
a0k Discs large (Dlg) nposoduist (em. puc. 19.21). DIg Heo6xomuM [1J1st OCTPOEHHST
HOPMAJTBbHBIX CHHATICOB; OMHAKO, KAK MBI YBUIUM, HAPSIY C APYTUMH POJICTBEHHBIMU
Genkamu ckadoJiia, OH UTPAeT CYIIECTBEHHYIO POJIb IPAKTUYECKU BO BCEX IIPOIIECCAX

npecuHanTuyeckoe AeHopuT
HEepPBHOE OKOH4YaHne NOCTCMHANTUYECKOM
/HepBHOI7I KINeTKN

nocTcMHanTn4yeckas
MeM6paHa CUHanTn4yeckasa
wenb

/

npecuHanTuyeckas
MeMb6paHa
nepefaya curHana
6) CUHANTUYECKME My3bIpbKK =
a) 2 MKM
AKCOH ©enok, CTbIKyLni
BE3VKYbl
. C NpecrHanTU4eckon
HelpeKkcuH MeMBpaHoii
cuMHanTU4yeckue
HENPONUrH ny3bIpbku NOTEeHLMan-3aBuCUMbIii
/N KanbLu1eBbI KaHarn
npecvHanTuyeckas __—
Mem6paHa _— KaarepuH
/ VUMMYHOIMOBYNMHBI
nocTcUHanTUYeckas
mMembpaHa \ ———_ peuenTop
/ v HeMpoTpaHCMUTTEpa
VNOHHbIV KaHan 6enku ~aKTUH~ AKOPHbIN Benok
ckadbcponaa
OEHOPUT

8)

Puc. 19.22. CtpoeHue cUHanca. a) dNeKTpoHHas MyuKpodoTorpadms 1 6) 3apMcoBKa NomnepeyHoro cpesa yepes
[1Ba HEPBHbIX OKOHYaHWA, 06PA3YHOLLLMX CUHAMNC C AEHAPUTOM B MO3re MaeKkonuTatoLero. O6paTtute BHUMaHMe,
YTO CMHANTMYECKME NY3bIPbKU U 3NEKTPOHHO-MJIOTHBIV MaTepMas acCOLMMPOBaHbI COOTBETCTBEHHO C Npe- M NOoCT-
CMHaNTMYecKol membpaHamu. 8) Cxema, UANIOCTPUPYIOLLAA PACTIONOKEHNE HEKOTOPbLIX KOMMOHEHTOB TaKoro
coepmHeHns. MoneKy/bl KNeTOYHOM afre3unu, B TOM YMCe KaareprHbl, HEMPONUTUHBI U HEMPEKCUHbI, CMbIKaloT
OpYr C APYrom npe- U NOCTCMHANTUYECKYo membpaHbl. benku ckadpdonaa dopmmnpytoT NoaioKKy (KoTopou
COOTBETCTBYET 3/IEKTPOHHO-M/IOTHBI MaTEPUAN Ha PUCYHKe (a)), CBA3bIBAIOLLYIO BHYTPUKIETOUYHbIE JOMEHbI
MO/EKYN aAre3nm C KOMMNOHEHTaMM CMHANTUYECKOTO MEeXaHU3Ma Nepesaym CUrHana, TaKMMM KaK MOHHbIE KaHasbl
1 peLenTopbl HeMpPOoTPaHCMUTTEPOB. MoApPo6HasA CTPYKTYpa 3TOro 60/LLLOTO U C/IOXKHOTO KOMMJIEKCA, COCTOALLETO
13 MHOXecTBa 6eKoB, OKOHYATE/IbHO He pa3spelueHa. Kpome Toro, 34ecb HaXoAATCA CaliTbl CBA3bIBAHWA AN
COTEH AOMNO/HUTEIbHBIX KOMMOHEHTOB, BK/IKOYas MOIEKY bl LUTOCKENETA, @ TaK¥Ke Pas/INyHble PEerynsTopHble
KMHas3bl M pocdaTasbl (He nokasaHo). (MukpodoTorpadusa nobesHo npepoctasneHa Cedric Raine.)
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opraam3arn snureand. [lomumo mpodero, oH opMuUpyeT 3amupalioniue COeIITHEHNS
MEXIY KJIETKaMW, YIPaBJSeT MOJSIPHOCTHIO KJAETOK W JAXKe OTYACTH KOHTPOJUPYET UX
nposndepaimio. Bo Bcex aTX mporieccax y4acTBYIOT OJHU U Te K€ MEXaHU3MbI KaK
y IJIOJIOBBIX MYTIEK, TaK U Y TTO3BOHOYHDBIX.

3aKniouyeHue

B snumenuu, max xe xkax 6 HEKOMOPbIX OpYeux MKAMSAX, KJICMKU HANPAMYIO
ces3anvL Opye ¢ Opy2oM NOCPEOCMEOM NPOUHBIX MEKKICMOUHBIX KOHMAKMOB, 6 KO-
MOPHIX NPUHUMAIOM. Yuacmue Mpancmemopanvie 6eyKu, Cea3antble 6HYMpU KJaemKu
¢ yumockesemom. B adze3uonnvix coeounenusx onu cés3ansl ¢ AKMUHOBbIMU (huiamen-
mamu; 6 0ecMOCOMAX — € NPOMEKYMOUHBIMU (pusiamenmanu. B oboux smux cayuasx,
a maxxe 60 MHOZUX He CMOJIb PACNPOCIMPAHEHHBIY MUNAX MEKKIEMOUHIX KOHMAK-
moe, mpancmembpanivle beaxu adee3un NPUHAOICKAM CYNEPCeMelcmey Kadzepunos.
Kax npasuno, xadzepunvt cessvieaiomcs opyz ¢ pyeom 2omMopuivho: 2071064 00HOU
MOJIEKYIbL CEAZBIBACTNCSL C 20710601 MAKOU Ke UM CXOOHOU MOJEKYAbl Kadzepund,
naxoosuwelics. na nosepxnocmu opyeoti xaemxu. Taxas cerexmuenocmv no3eoisem
KJAEMKAM 6 CMEUAaAHHOU NONYAAUUL 000U 6 ZPYNNbL 8 COOMBEMCMBUU C MEM,
Kaxou Kadzepun onu 6vipadaAMvL6aOm. Mo nomozaem Ynpasismoy nepeMeuenusimu
KJIEMOK 6 npoyecce oHmozene3d, NOCKOIbKY KAeMKU HA PA3HLIX CIAOUAX PA3GUMUSL
Mozym 8vipabamvieams pasiuunvle Kadzepunvl. H3amenenue sxcnpeccuu Kadeepunos
MOXKem 3ACMABIAMmy KAemKU Nepexooums U3 CUenieHHoz0 INUMeaUd1bHoz0 COCIOSHUS
8 PasobwenHoe Me3EHXUMAILHOE, U HA0OOPOM, — MO SBIEHUE BAKHO KAK 6 NPOUECCAX
UHOUBUOYANLHOZ0 PAIGUMUSL, MAK NPU PAIGUMUU PAKOGHLY 3A001€6ANUL.

«Kanaccuueckue xadeepunvls c613anvl ¢ aKMUHOBbIM UUMOCKEJETOM € NOMO-
UWHI0 BHYMPUKIEMOUNDIX OENK08, Ha3vieaemvlx Kamenunamu. Ilocaednue obpasyom
3ASKOPUBAIOUUL KOMNAEKC HA SHYMPUKIEMOUHOM XE0CME MOLEKYAbl Kadzepuna
U Yyuacmeyiom mne moavKo 6 (hu3UUECKOM NPUKPENICHUU, HO MAKKE U 6 2eHepayuu
GHYMPUKIEMOUNHLIX CUzHAN06. W naobopom, enympuxiemounvle Cuznaivl Mozym
pezyauposamy opmuposanue KOHMAKMOs ¢ yuacmuem Kaoeepunos. B-kamenum,
K npumepy, A6A5emcs maxKKe KoMNoHenmom cuzndiviozo Wnt-nymu.

Kpome xadezepunos, no xpaiineii mepe mpu Opyzux Kiacca mpamcmemopanivlx
MOJEKYL MAKKE SAGAIOMCI BUKHOIMU INEMEHMAMU MEKKIMOUHOU aA0ze3uu: Mo
npeocmasumenu Cynepcemeticme ceaekmunos u ummyrozrooyaunos (Ig), a maxxe
unmezpunot. Cesexmuivl 8olpaAdAMbIBAIOMCS ACUKOUUMAMU, MPOMOOUUMAMU U SHOO-
MENUATLHDIMU KIEMKAMU, OHUL 2eMEPOGPHUNLHO CEAILIBAIOMCSL C Y2]Ie800HbIMU ZPYNNAMIU
na nosepxnocmsix xaemox. OHU NOMO2AIOM 3AX6AMbIGAMD 6 MECMAX 60CNANCHUS
uupKyaupyowue 6 Kposomoxe aeuxoyumol. Beaxu-npedcmasumenu cynepcemeii-
CMBA UMMYHOZI00YIUHOE MAKIKE UZPAIOM CE0I0 POLb 6 IMOM NPouecce, Max Ke Kax
U 6 Opyzux CAYUASX HOPMUPOBANUS KOHIMAKMOS, HEKOMOPbLE U3 HUX CEA3bIBAIOMCSL
20MOPuUILHO, Hekomopvie — zemepodunvio. Humezpunot, no 6oavwerll wacmu cay-
Kawgue Onst NPpUKpenienus: Kiemoxk K 6HEKJIeMOUHOMY MAMPUKCy, MOzym maxxie
Yuacmeosamy 6 00PA308ANUU MEKKICTNOUHBIY KOHMAKMOG, CE3bI6ASICH C OeKAMU
UMMYHO2TI00YIUHOB020 CYNEPCeMeCmEd.

Mmnoxecmeo pasnuunvix npedcmasumened Ig-cynepcemeticmsd, a maxixe kaozepurivt
u dpyeue 6esKu Kaemounou adze3uul Yynpasasiom PopMuposanuem HepeHvlx coeounenull
U YoepKusaIom psadom Memopanvl HelpoHos 6 cunance. B amux caioxnvix cmpyxmypax,
max xe Kax 6 MexKJeMOUHbIX KOHMAKMAX UHLIX MUNOS, GHYmMpPuUKIemounvie beaKu
ckaghghonda, codepikauue mHoeokpammo nosmopenvie beaok-ceasviearouue PDZ-0omerbl,
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uzpaiom 6dKHyio poJiv 6 yaepmauuu MHOZUX MOJIEKYJl, YUACMEBYIOUWUX 6 nepeaaue cuznaja
U OMEeEUANUUX 30 MEXKKIEeMOUHble COBaUHeHUﬂ, 6 UX NPABUSILHOM NOJI02KEHUU.

19.2. MNOTHbIE KOHTAKTbI N opraHnsauunAa snnutTennAa

IIUTENNAIBHDII II1aCT, B KOTOPOM KJIETKU COeIMHEeHbl GOK 0 GOK U MOKOSTCS Ha 6a-
3aJIbHOI MeMOpaHe, MOKeT II0Ka3aTbCsl BbICOKOCIEIUANN3IPOBAHHON CTPYKTYPOii, OTHAKO
MMEHHO Ha HeM JIEPKUTCS YCTPOHCTBO JII0O0T0 MHOTOKJIETOUHOTO OpranusMa. /leiicTBuTesIb-
HO, GoJtee 60 % THIIOB KJIETOK B TeJjie MO3BOHOYHOTO SIBJISTIOTCS SNUTETNATbHBIME. TaK ke
KaK KJIeTOuHast MeMOpaHa OKPYsKaeT U H30/IMPYyeT BHYTPEHHOCTD 3YKAapPUOTHYECKON KJIETKH,
AMUTENI OKPY>KaeT 1 U30JUPYET OT BHEMIHell Cpe/ibl TeJIO >KUBOTHOTO, BBICTUJIAET BCE ero
MOBEPXHOCTHU ¥ TIOJIOCTH 1 06pa3yeT BHyTPEHHNE KOMITAPTMEHTBI, B KOTOPBIX ITPOUCXO/IAT
clrierMaIn3upoBatble Tporecchl. He MckIoueno, 4to anuTeananabHblil IJI1acT — OJHO U3
n300peTeHnii, ¢ KOTOPbIX HA4a/lach SBOJIOLMS JKIUBOTHBIX. BHOC/IEICTBIN TT0SIBIJIOCH OTPOM-
HOE MHOKECTBO BAPMAHTOB ATOMN CTPYKTYPbI (KaK Mbl YBUAUM B TJIaBe 23), COXPAHSIONINX,
O/THAKO, OOIIHI IPUHITUIT OPTaHW3aINi, OCHOBAHHBIN Ha KOHCEPBATUBHBIX MOJIEKYJISIPHBIX
MeXaHU3MaX, HIPUCYIINX [TPAKTHYECKU BCEeM SIUTENMAIbHBIM TKAHSIM.

Ilo cymectBy, Bce anmutesni ¢ o/HON (6a3aIbHOI) CTOPOHbI CBSI3aHBI C COCE/IHElT TKa-
HbIO 11 CBOOO/HBI C IPYTOIl CTOPOHDI, aNMKaJIbHOI. basanbHas MeMOpaHa IesKUT Ha rpaHule
€ HOJICTUJIAIONIel TKaHbIO, OTOCPe/Lys NPUKPEIIeHne K Heil, B TO BpeMsd KaK aluKajbHas
IIOBEPXHOCTD SIUTEJNS], KaK IPABIJIO, OMBIBAETCST BHEKJIETOYHON JKHAKOCTBIO (MHOT/A,
IPaB/a, 9Ta MOBEPXHOCTDb MOKPbITA MATEPUATIOM, CEKPETHPYEMbIM aliKaJbHbIMU YaCTAMU
KJ1eToK ). TaknuM 06pasoM, BCe SIUTeIni CTPYKTYPHO MOJSPH30BAHBL. T0 jKe MOJKHO CKasaTh
U TIPO OT/EJIbHbIE SIUTEINAIbHblE KIETKH: NX GasajlbHasl 4acTb, IPHKPEIVICHHAS CHU3Y
K 6asajbHOI MeMOpaHe, OTJIMYAeTCsl OT allMKaIbHO 4acTH, JI0CTYIHOH BHeIIHell cpeje.

CooTBeTCTBEHHO, BCE MUTEINN UMEIOT KaK MUHUMYM OZIHY OOILyT0 (PYHKIIMIO: OHU
paloTaloT KaK CeJIEeKTHBHbIE 0apbepbl NPOHUI[AEMOCTH, OTAEJSIONNe SKUAKOCTD, IIPO-
HUKAIOILYIO B TKaHb ¢ Ga3aJbHON CTOPOHDI, OT SKUAKOCTH MHOIO XUMHYECKOIO COCTABa,
OMBIBAIOIIEH TKaHb C JPYroil CTOpoHbl. JTa GapbepHast MyHKIMS TpeOyeT, 4ToObl CO-
ceJiHue KJIeTKU ObLIN CIIasTHbl BMECTe II0CPE/ICTBOM 3alHPAIOIIUX KOHTAKTOB TaK, YTOObI
MOJIEKYJIbI He MOIJIN CBOOO/HO Teub uepes IJIACT KJIeTOK. B 3Toil T1aBe Mbl PAacCMOTPHM,
Kaxk (DOPMUPYIOTCS 3alllpalolie KOHTAKThl U KaK MOJ/IePKIBACTCST CTPYKTYPHAsI MOJIsT-
PU3AIMA SNUTeNNA. DT [[Ba aCleKTa CTPOEHNS SIUTeNNS TeCHO CBA3aHbI JIPYT C IPYTOM:
KOHTAKTBI UTPAIOT KJIIOUeBYIO POJIb B BO3HUKHOBEHUH 1 TIO/I/IepKaHU! MOJIIPU30BAHHOTO
COCTOSTHUA KJIETOK B SIHUTEJNATbHOM ILIacTe.

19.2.1. MnoTHble KOHTaKTbl 06pa3yloT 3aTBOP MeXAY KeTKkamu
M orpa)kgeHue mexxay obnactamum membpaHbli

3anupaiorniue coefinHenust, OGHAPYKEHHbIE B 3MUTEJUN TO3BOHOYHDIX, MOJIYUIIN
Ha3BaHUeE IJIOTHBIX KOHTAKTOB. X cTpyKTypa 1 (DyHKIUS [MOKA3aHbl HA TIPUMEPE JITH-
TeJMS TOHKOro Kumreunnka (eM. puc. 19.3). D10t snmremii Ha3bIBAETCS OHOCIONHBIM
IPU3MATUYECKUM SIUTEINEM M COCTOUT U3 OJHOTO CJI0S BBICOKHMX KJIETOK (IpusMarmue-
cKoii (popMbI). B HEM €cTb KIeTKn HeCKOMbKUX (D PepeHImPOBAHHBIX THIIOB, OJHAKO
cpeau HUX TPeobaaioT abcopOUPYIOIIe KIETKH, CeUaIi3nPOBAHHbIE JIJIsSI 3aXBaTa
MUTATETbHBIX BEIEeCTB U3 BHYTPEHHEN MOJOCTH, WU RPOCeemd, KUIETHNKA.

AGCOPOUPYIONIUM KJIETKaM HeoOXO[UMO U30UPATEbHO TIePEKAYnBaTh MTUTATE/ b
HbI€ BEIeCTBA CKBO3b AIUTEJINI U3 MOJOCTU KUIIEYHUKA B MEKKJIECTOUHYIO JKUKOCTD,
[IPOIUTHIBAIOILYIO COEIMHUTEBHYIO TKAHb HA J[PYTOM CTOPOHE SMUTEIMAIBHOTO IL7IACTa.
Orciofia 311 utaTesbHble BelecTBa Au(GOyHAUPYIOT B KPOBEHOCHBIE COCY/ Ibl, KOTOPbIE
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06ecreqnBaioT UMI OPraHu3M. B TakoM mpancanumeuaivhom nepenoce yaacTByor e
IPYIIIIbI TPAHCIIOPTHBIX GEJIKOB B IIA3MATUYECKOU MeMOpaHe a6copOUpYIOIIell KJIETKH.
OpHa TpyIIa paciooKeHa Ha alKaibHOil noBepxHocTu (06palieHHoil B IPOCBET Ku-
IIEYHNKA) U AKTUBHO MEPEHOCUT U3GPAHHbIE MOJIEKYJIbI U3 IIPOCBETA B HIUTEIHAbHBIE
KJIETKHM; JIPyTas TPyIIIa PACIOIOKeHa Ha GazonatepaibHbiX (6a3aibHbIX U JIATEPATBHBIX )
MOBEPXHOCTSX KJIETOK U TIO3BOJISIET TEM K€ MOJIEKYJIaM BBIXOJMUTH M3 KJIETOK, 06Jerdast
Mg dy3nio BO BHEKIETOYHYIO KUKOCTb O IPYTYIO CTOPOHY anmTenus. [lng noiep-
JKaHHMS TAKOTO HAIPABJIEHHOTO TPAHCIOPTA IEJN MEXKILY SMUTEJTUATbHBIMU KIEeTKAMH
JIOJDKHBI OBITH 3aKyTOPEHbI TaK, YTOOBI TPAHCIIOPTUPYEMbIE MOJIEKYJIbI HE MOTJIU 110 ATUM
esism auddyHpoBaTh 06paTHO B 110J10CTh Kutiteununka (puc. 19.23). Tlomumo Toro,

Na*-3aBucumbii
cUMMopTep TTHKO3bI

anukanbHas NoBepxXHOCTb HU3KAS

MOJNIOCTb rnoKo3a
KNLWEYHNKA

nrnoTHoe
coenHeHne

CMEXHble BbICOKAA

nnasmarmieckne ——— KOHLieHTpaums
MeMbpaHbl [TIOKO3a TTOKO3bI

MEXKINETOYHOE
NPOCTPaHCTBO
NnaccuBHbIN

6eJ'IOK-I'IepeHOC‘~IVIK
MHOKO3bI

2 3

6a3anbHas MembpaHa y
BHEKJTIETOYHAA
XNOKOCTb/ — rnoKo3a HU3KAS
COEONHUTENBbHAA ‘

GasonaTepanbHasl
MOBEPXHOCTb wa KneTka KneTka
1

TKAHb
KPOBb

Puc. 19.23. Ponb NNOTHbIX KOHTAKTOB B TPAHCINUTENIMAIbHOM NepeHoce BeLLecTB. B KneTkax anuTennsa TOHKoro
KMLIEYHMKA BesIKM MOTYT NepemeLLaTbca AnLb B Npeaenax CBoen orpaHUYeHHo 061acTy naasmaTnmyeckoi
membpaHbl. MogobHoe pasgeneHve cnocobcTByeT HanpaBAeHHOMY TPAHCMOPTY NUTATE/NbHbIX BELLECTB Yepes
3MUTENNI U3 NONOCTU KULLKM B KPOBb. Ha pucyHKe npuBeaeH NpUMep, B KOTOPOM [/1t0KO3a aKTUBHO 3aKauu-
BAeTCA B KAETKy Npu nomowy Na*-3aBUCUMbIX CUMMOPTEPOB, HAXOAALLMXCA Ha anmKaNbHOW NMOBEPXHOCTY.
3aTem [/1H0K03a BbIXOAMT U3 KNETKM Mo MexaHM3my obneryeHHol anddysnm, onocpesoBaHHOM NepeHocHMKamm
T/IIOKO3bl Ha 6asonatepasibHON CTOPOHE KNeTKU. CYUUTAIOT, YTO NIOTHbIE KOHTAKTbl OFPaHNUYMBAIOT MUTPALIUIO
TPAHCNOPTHbIX 6eNKoB, AencTByA Kak AnddYy3noHHbIN Bapbep, U NOA06HbI «M3ropoamn», CToALLe nocpeam
mnuaHoro bucnos nnasmaTuyeckon membpaHbl; KPOME TOro, 3TU KOHTAKTbI NPenATCTBYOT 06paTHOMY NOTOKY
TItOKO3bl C 6a3aNbHOM CTOPOHbI ANUTENNA B MPOCBET KULIEYHUKA.
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6eJIKI-HACOCHI 1 OeJIKHM-KaHAJIbI JOKHBI ObITh HAJJIEKAIM 00pa3oM pPaCIpe/IeIeHbI
B MeMOpane: HeoOXO0/IMMO, YTOObI AlIMKAJIbHbIE AKTUBHbBIE TPAHCIOPTHBIE GEJIKH OTIPAB-
ek B 061acth anekca (eM. rmaBy 13) u He MOIJIM mepexoauTh Ha GasosIaTepaabHyIO
[OBEPXHOCTb, a OeJKu-KaHabl 6a30/aTepajbHOI IPYIIIbl PACIOJIATAINCh HA (Ga30.1a-
TepasIbHOI TIOBEPXHOCTU U HE UMEJU BO3MOKHOCTH AU DyHAUPOBATH HA ANUKAJIBHYIO
MOBEPXHOCTD. [17I0THbIE KOHTAKTBI MEK/LY ATUTEUATBHBIMU KJIETKAMU, TIOMUMO TOTO YTO
repMEeTU3NPYIOT MPOCTPAHCTBO MEK/Y KJIETKAMMU, CJIYIKAT «M3rOPO/IbI0», Pa3/Iesiomei
00JIacT! Ha IJIa3MaTUIeCKON MeMOpaHe Kask/Iol KJeTKu, npegorspaiias quddysuto anu-
KasbHbIX GenkoB (1 mnmaoB) B GazanbHyio o61actb, n Hao6opor (eMm. puc. 19.23).

3anupaiontyio (hyHKIMIO MJIOTHBIX KOHTAKTOB JIETKO TOKA3aTh KCIIEPUMEHTAIBHO:
MEUEHOE HU3KOMOJIEKYJ/ISIPHOE COEJUHEHNE, BBEJIEHHOE [0 O/[HY CTOPOHY SIUTEJHS, KaK
IPABUJIO, HE MPOXOUT Yepes maoTHoe coeunenne (puc. 19.24). Oxnako s10 NpensaTcTeue
He aGcosorHo. HeeMoTpst Ha TO 4TO BCe IJIOTHBIE KOHTAKTBI HEIIPOHUIIAEMbI JIJIsT MAKPOMO-
JIEKYJT, UX [IPOHUIIAEMOCTD JIJIS MAJIBIX MOJIEKYJI CUJIbHO PA3/JINYAETCST Y PA3HBIX JIUTEJIIER.
Hampumep, B anmTemu, BRICTUIAIONIEM TOHKIH KUTIEYHUK, TIOTHBIE KOHTAKTHI B 10000 pa3s
6oJiee TIPOHUIIAEMBI [IJIsI HEOPIraHMYEeCKUX HOHOB, TaKnX Kak Na+, 4eM B alUTe Ui MOYEBOTO
My3bIPsi. DT PAIMYNS OTPAKAIOT pazyinuust B 6elkax, (OPMUPYIONUX COEAUHEHMS.

DIUTEINAIbHbBIE KJIETKU MOTYT TAK)Ke BDEMEHHO U3MEHSITh CBOICTBA CBOUX ILIIOTHBIX
KOHTaKTOB, 00€CIIeunBasi yCUJIEHHbIN TOK PACTBOPUMBIX BELIECTB U BO/IbI CKBO3b OpeIin
B Gapbepe. [logoGHbiil napajiesibHblil TPAHCHOPT OCOOEHHO BAXKEH MPU IOTJIOIMEHUN
AMUHOKHUCJIOT I MOHOCAXAPU/IOB U3 TIOJIOCTH KUIIEYHUKA, I/Ie KOHIIEHTPAIUS ITUX BEIIECTB
[OCJIE IPUEMA MUIIU MOKET YBEJIMIUTHCS HACTOJIBKO, YTOODI TACCUBHDII TPAHCIIOPT IIeJI
B HYKHOM HAIIPABJIEHUH.

[To paHHbBIM A7IEKTPOHHOI MUKPOCKOIIUU C IPUMEHEHUEM METO/1a 3aMOPAKMBAHUSI-
CKaJIbIBAHUSI, IJIOTHBIE KOHTAKTHI HIPEJCTABISIIOT COOOU CETh M3 BETBSIIIUXCS TEPMETH-

MONoCTb
—— MeyeHas
mornekyna
] nnoTHoe
coeguHeHne NROTHOE
KneTka KneTka KneTka coeguHeHue
1 2 3

a) 6) 0,5 MKM 0,5 MKM

Puc. 19.24. CBoiiCTBa NIOTHbIX COEAUHEHMI, Bnarogapa KOTOPbIM aNUTENUi cayKUT audPy3MoHHbIM 6apbe-
pOM AN BOAOPACTBOPUMBIX BELLLECTB. a) [OKa3aHo, YTo Masias pacTBOPMMAs MeYeHas MONEKYa, BBEAEHHan
Nno OAHY CTOPOHY 3MUTENIMANBHOTO €10, HE MOMET NPOWTK Yepes MIOTHble COeAMHEHUA, CKpenaatoLme
coceHUe KeTKU. 6) DNeKTpoHHaa MUKpodoTorpadua KNETOK SNUTENUA NPU BBEAEHUU Mano MONEKY/bI,
MeUYEHHOM 3N1eKTPOHHO-MIOTHBIM KPacUTEeNIEM, C aNMKaIbHOM CTOPOHbI (C/1eBa) U €O CTOPOHbI 6asonatepanbHOM
NMoBEPXHOCTH (cnpaBa). B 06omx cnyyanx n1oTHOe coeguHeHne 6NOKUMPYET NEPEHOC METKM C OLHOM CTOPOHbI
Ha apyryto. (MukpodoTtorpadum ntobesHo npegoctasneHsl Daniel Friend.)
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3UPYIOLIUX IIE1I0YEK, KOTOpad OIJIETaeT allMKaJbHbINA KOHel| KaXK/I0U KJEeTKU 110 Beei
ero okpyxkuoctn (puc. 19.25, @ u 6). Ha 06bIMHbBIX 91€KTPOHHBIX MUKPOMOTOrpadusix
BHENIHUE JINCTKU [IBYX B3aUMOJIEUCTBYIONIMX IL1a3MATUYECKUX MeMOpaH BBITJIS/SAT
COMKHYTBIMH B T€X MECTaX, IJie MPOXOJAAT repMerusupyiomue menouku (puc. 19.25, 6).
Kaxxmas memovxa coCTOnT 13 Cepun TpaHCMEeMOPAHHBIX OETKOB a/re3un, HaXOIAIIIXCST
B KaK/I0H 13 B3aMMO/IENCTBYIOIINX ILJIa3MaTHYECKX MeMOpaH. Bueksierounblie 1oMeHbI
3TUX OEJIKOB HAIPSMYIO CLEIUISIOTCS JAPYT C JIPYTOM, HEPEropakuBasi MEKKJIETOUHOE
npocrpanctso (puc. 19.26).

Hapy)xHasi CTOpoHa
MUWKPOBOPCUHKN MPOCBET KULWKN (MOBEpPXHOCTb E)  knetka 1 knetka 2

dokanbHbIN
KOHTaKT
(0]
oS nnasma-
g ] Tnyeckas
:l 5s mMembpaHa
E g
Eo
o
6) 8)
a) rpebHn 13 TpaHcMeMbpaHHbIX naTepaanaﬂ‘—'O 5 MKM '—'50 o
YyacTuy, obpasyoLmx nnasmartumyeckas -’

repmMeTusMpytolLMe Lierodkn  Membpara
(noBepxHocTb P)

Puc. 19.25. CTpyKTypa NI0THOrO COEAUHEHUA MEXKAY 3NMUTENNA/NIbHBIMU KNETKaMU TOHKOM KULLIKU. a) Cxema.
6) dneKTpoHHaa MMKpodoTorpadua Nnpenapara, NoNy4eHHOr0 METOLOM 3aMOPAKMBAHWA-CKaNbIBaHWA. 8) Obblu-
Has aN1eKTpoHHaA MMKpodoTorpadus. Ha dpoto (6) nnockoctb MUKpodoTorpadmm napanienbHa Na0CKoCTU MeM-
6paHbl; BUAHO, YTO NJIOTHOE CoeAMHEHNE 06PA30BaAHO CETHIO U3 FePMETU3MPYIOLLMX LieNoYeK, ONoAcbIBatoLLEN
KayKay'to KNEeTKy B NaacTe. ITU repMeTU3NPYHoLLME LLeNOYKM BUAHbBI Kak FpebHM M3 BHYTPMMEMBPaHHbIX YacTuL,
Ha BHYTpeHHew (LMTonnasmaTuyecKoi) NoBEPXHOCTM CKOa (MOBEPXHOCTb P) MM Kak KomnaemeHTapHble UM
60p03aKM Ha HapYKHOW NOBEPXHOCTUM MeMbpaHbl (noBepxHocTb E). Ha 06biuHOM Npenapare (8) coeanHeHne
BbIMNAANT KaK cepus GOKaNbHbIX KOHTAKTOB MEXKAY HapYKHbIMU IUMUAHBIMM CIOAMM ABYX CMEKHbIX MEMOPaH;
KayK bl TAKOI KOHTAKT COOTBETCTBYET repMETU3MPYIOLLEN LienoyKe B nonepeyHom paspese. (6 neus N.B. Gilula,
B KHure: Cell Communication [R.P., Cox, ed.], pp. 1-29. New York: Wiley, 1974.)

OCHOBHBIMU TpaHCMeMOPaHHbIMU GesikaMu, (DOPMUPYIONMME AT BOJIOKHA, SIB-
JISTIOTCST KAAYOuMsl, HeoOXoanMbie JIJisi 06pa3oBatust U (DYHKIIMOHUPOBAHUST TLIIOTHBIX
coesmtennii. Hanpumep, y Mbiliieif, y KOTOPBIX OTCYTCTBYET TeH Kayoun-1, ne obpa-
3YIOTCS TUIOTHBIE KOHTAKTBI MEK/Y KJIETKAMU B SMUIEPMAILHOM CJI0€ KOXKH; B PE3YJib-
Tare 9TOro0 HOBOPOXK/IEHHBIE MBIIIN GbICTPO TEPSIIOT BO/LY, MCTIAPSIONIYIOCS Yepe3 KOXKY,
1 noru6arT B TeueHne cyTok. M Hao6opoT, ecm HeanuTeMa bHble KIETKH, TaKue KakK
(bubpob6sIacTbl, 3acTaBUTL BHIPAOGATHIBATD KJIAYAUH, OHI OYAyT (DOPMUPOBATH TIOTHDIE
COe/IMHEeHNusT IPYT ¢ JpyroM. B HOpMe B IUIOTHOM COEJIMHEHWH YYacTBYET ellle O/MH
TpaHCMeMOPAHHBIT GeOK, OKKI00uH, OHAKO (DYHKIMS 3TOTO OefiKa ele He SICHa, 1,
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CMEeXHble nnasmatnyeckme knetka 1
MeMbpaHbl
N
MEXKMNETOYHOe C N
NPOCTPaHCTBO 0,6 MKM C
Krnetka 2 KnayauH OKKnioanH
6) Genky NNOTHOTrO CoeaUHEHUS!
Genku,
obpasytoLme
NNOTHbIN
KOHTaKT
uuTonnasmaTtnyeckas
NnonoBuHa NUMNUMOHOro
6ucnos
Krertka KIneTka
1 2

a)

Puc. 19.26. CoBpemeHHasA MmoAe/b CTPOEHUA NAOTHOrO KOHTAKTa. a) MpeanonokuTeNbHO, CMeXKHble Naas-
MaTUYeckme membpaHbl CKpenaeHbl HenpepbIBHbIMU LLeNOYKaMmn M3 0cobbix TpaHCMeMbpaHHbIX 6enKos,
OCYLLLECTBNAIOLMX KOHTAKT Yepe3 MeXKK/IeTOYHOe NPOCTPAHCTBO M 06pasyoLmMX repmeTUYHOe CoeanHeHne.
6) MonekynapHbIM COCTaB repmeTU3npytoLLei LLenoykn. MaBHbIMKU GYHKLMOHANbHBIMM KOMNOHEHTaMM 5B-
NATCA KNAyAWHbI; PO/b OKKIOAMHOB He ACHa.

CY/IS TIO BCEMY, OH HE CTOJIb BaKEH, KaK KJay/UHbI. TpeTuii TpancMeMOpanHbiii OeJIoK,
mpuueanoun (POACTBEHHDBINH OKKJIIOANHY ), HEOOXO/INM JIJIsi CIIMBAHKS MEMOPaH KJIETOK
U TIPEIOTBPAIIEHNS YTEUKU Yepe3 SMUTETI.

B cemelicTBe KJIayAMHOB MHOTO pas3Hbix GenkoB (y 4esoBeka X 24), U OHU Bbl-
pPaGaThIBAIOTCSI B PA3JMUYHBIX KOMOUHAIUSX B PA3HBIX IMUTEIUSIX, TTOITOMY KaXK/bIi
AMUTEJUABHBINA TIACT MMeeT 0co0ble CBOWCTBA TponHuiaeMoctu. [lpeanosnaraior, uto
OHU 06Pa3YIOT MEKKIEMOUNHbIe NOPbL — CEJIEKTUBHbIE KaHAJbI, TTO3BOJISIONIIE ONPe/ie-
JIEHHBIM MIOHAM TiepeceKaThb 6apbep, c(pOPMIPOBAHHDBIN TIIIOTHBIM COEIMHEHNEM, C OHOMN
CTOpOHBI Ha Apyryio. Hanpumep, oco6biit KiaayuH, OGHAPYKEHHDIN B STIUTEINN OYEK,
HEOGXOMM JIsT TOro, 4To6br Mg2™ MOr IIPOXOANTD MEKIY KJAETKaMU SIUTETNATBHOTO
[J1acTa ¥ TOMaIaTh U3 MOYM 0OPATHO B KPOBL 1pu peabcoplimu. Myralius B TeHe, KO-
IUPYIOIIEM 9TOT KJIAYAMH, TIPUBOIUT K OOJBIINM TTOTEPSIM Mg2+ C MOYOM.

19.2.2. benkn ckapdponpa B coegNHNTENbHbIX KOMIJIEKCAaxX UrpaioT
K/1l0uEeBYI0 poJib B ynpaBaeHUn nponudepaumein KneTok

Oépasyﬂ CETb IepMEeTU3NPYIOMNX IENOYEK, KJaayAUHbI U OKKJIIOJAWHDbI 3aHUMAalOT
OIIpesieJIEHHOE MECTO B KJIETKE. Ita cerb 0ObIYHO HaXOoUTCA 4yTb allUKaJIbHEE a/IT€3NOH-

HBIX KOHTAKTOB 1 JECMOCOM, ME€XaHNYECKU CBA3bIBAIONINX KJIETKHU, N BCA COBOKYITHOCTD
9TNX KOHTAKTOB Ha3bIBAa€TCA COC/IMHUTE/IbHBIM KOMILJIEKCOM (pHC. 1927) KomnonenTsr
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Puc. 19.27. KoHTaKTbl mexay AsymA
3aNUTENINANbHBIMU KNETKaMM BbICTU/IKU
TOHKOW KULWKK. Banxke Bcero K anukanb-
HOM NOBEPXHOCTU HaxXoAATCA NNOTHble

aKTUH KOHTaKTbl; Mo, HWUMW pacnosiaratoTca

MWKPOBOPCUHOK a/[ire3noHHble COeIMHEHNS, eLle HUKe —
[ecMOCOMbI. Takol NOPAAOK XapaKTepeH
ANA NO3BOHOYHbIX; Y HACEKOMbIX KOHTaK-
Tbl pacnonaratotcs no-gpyromy. (Mukpo-
doTorpaduma nobesHo npepoctasneHa
Daniel S. Friend.)

NMOTHBIN KOHTaKT

(knayauHel)
9TOTO KOMILJIEKCa (bOpMI/IpyIOTCH

aAresuoHHbIN KOHTAKT — COTJIacoBaHHO. Tak, Hampumep,

(kaarepuHbi) aHTHTE/A K KaJrepuHy, Mo/1aB/is-

to1ue o6pasoBaHue a/Ir€3MOHHBIX

KOHTAKTOB, TaK)e OJOKUPYIOT

HecMocoma qaopMUHpOBaHMe IJIOTHBIX COE/[H-

(KanrepuHbI) Hernii. CuuraioT, 4ro B pasMe-

[M[EHUN TIJIOTHBIX COEeJINMHEeHUI

OTHOCUTEJIBHO [JIPYTUX CTPYKTYD

KepaTUHOBble YUaCTBYIOT BHYTPHKJIETOUHbIE Oei-

bunameHTsl k1 ckapponia, mpuHaIeKaIe

cemeiictBy Tjp (Tight junction

protein, GeJIOK IJIOTHOTO COE/II-

Henud), Taoke HasbiBaeMble ZO-6enku (ot nar. zonula occludens — 3aMpIkaomas

IJIACTUHKA; TAK MHAYe Ha3bIBAeTCsI IJIOTHOE coepnnenne). Tjp-OeKu II03BOHOUYHBIX TIPH-

HAJTEXKAT K TOMY JKe ceMelcTBY, uto u Gesiku Discs-large, yroMuHaBIimecs: HaMu paHbilie

B CBSI3U € UX yuyacTreM B (GOPMUPOBAHUY CHHAIICA, W MPUKPEILISIOT TePMEeTH3UPYIOIIe
IEMOYKU K JIPYTHUM KOMIIOHEHTaM, BKJIIOYAs aKTHHOBBII IIUTOCKEET.

Y 6ecrio3BOHOYHBIX, HAIIPUMEP HACEKOMbIX WJIN MOJLITIOCKOB, 3alUPAOIIIe KOHTAKThI
BBITJISI/IAT TO-/[PYTOMY M HOCST HAa3BaHUe CENTHPOBAHHBIX KOHTAKTOB. [10/100HO MIOTHBIM
COeJIMHEHUSIM, TH KOHTAKTBI 0OPA3yIOT HEMPEPBIBHYIO TI0JIOCY BOKPYT KaXK/Oi SIUTE -
AJIBHOI KJIETKH, HO OTIMYaioTcsl GoJiee PEryJsipHON CTPYKTYPOil, a B3auMOJeHCTBYIONINE
IIa3MaTHYeCcKie MeMOPAHbI COEIHSIIOTCS ¢ OMOIIbIO GETKOB, PACIIOJIOKEHHBIX TTapaJLie/ib-
HBIMU PSIIAMI C TIOCTOSIHHBIM nHTepBasioM (puc. 19.28). Tem He MeHee OCHOBHbBIE GeJIKH
CENTUPOBAHHBIX COE/IMHEHNIT TOMOJIOTMYHbI KAy [MHAM TIO3BOHOYHBIX U B3AUMO/IEHCTBYIOT
¢ 6enkamn ckaddoia moo6HBIM Ke 06pa3oM. Cpein HUX, B YACTHOCTH, TOT CaMblil 60K
Discs-large, yuactByiomiuii B oOpasoBanu cunarca. MyTaHTHbIE TJI0/I0Bble MYIIIKH, HEJIOCTA-
ToYHO BbIpabarbiBaioiiie Discs-large, 06pasyior jiedeKTHbIe CENTHPOBAHHDIE COEJIMHEHNS.

Uro y[uBHUTENHHO, Y 9TUX MYTAHTOB, KPOME TOTO, B SIUTEJUU OOPA3YIOTCS OITy-
XOJIN: Y HUX CUJIBHO Pa3pacTaroTcss MMarnHajJbHble JUCKU — JIMYUHOUYHAS CTPYKTYPA,
13 KOTOPOH TIOTOM pasBUBaeTcst GOJIbIIAs YacTh Tesa 3pesoil Mymiku (eM. raaBy 22).
I'ent nosyunst cBoe Ha3BaHMe UMEHHO TI0 ATOMY 3aMedatesbioMy addekry. Tpudanna sxe
€ro COCTOMT B TOM, 4T0 Ha Oesike Discs-large nmerorcst caiiTbl CBS3BIBAHUST PETYJISITOPOB
pocra. Ho 3auem Hy:kHa 110100HAsT CBA3b allliapata KJIeTOYHOU a/iIre3un ¢ MeXaHu3MaMu
yrpasyenust npordeparun kietok? [Toxoxe, 910 nMeer GyHaMeHTATBHOE 3HAYEHHE:
y TIO3BOHOYHBIX Gesiku, roMosiorndible Discs-large, Takske BBITIOJHSIOT 9T JiBe (DYHKITUH.
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knetka 1

KneTka 2

I
200 Hm

Puc. 19.28. CenTMpOBaHHbIA KOHTAKT. D/1EKTPOHHan MUKpodoTorpaduma cenTMpoBaHHOTO COeANHEHUS MEX Y
ABYMS SNUTENNANBbHBIMU KNETKaMU MOJTIOCKA. CMEXKHble Niasmatnyeckne MembpaHbl (OpUEeHTUPOBaHHbIE
nepneHaMKyIAPHO MI0CKOCTU Cpe3a) CKpenieHbl Napanie/ibHbiMU PAAAMU COeAUHUTENbHBIX 6enKoB. ITK
pAObI, PACCTOAHNE MEXAY KOTOPbIMM NOCTOAHHO, BUAHbI KaK 3/1eKTPOHHO-MAOTHbIE MOMOCKM U GOPMUPYIOT
centy. (M3 N.B. Gilula, B kHure: Cell Communication [R.P., Cox, ed.], pp. 1-29. New York: Wiley, 1974.)

BOSMO)KHO, qTo HO}IOéHbIe OeJIKI SIBJISIOTCST YaCThbI0 OCHOBHOIO MeXaHM3Ma pellapanmn
" IoAJiepsKaHuA SIUTEINA. Ecyn srmrenmanbHas KaeTka TEPAET KOHTAKTbI CO CBOMMU
COCe/IAMHU, 3allyCKaeTCA ee IporpaMMa pocra 1 JieJieHus, U TeM CaMbIM BO3HUKaIOT HOBbIE
KJIETKH, C11ocoGHbIE BOCCTAHOBUTD HENPEPbIBHOCTb MHOTI'OKJIETOYHOIO ILJIacTa. Ha camom
Jiesie, O4eHb MHOT'O€ yKa3bIBaeT Ha TO, YTO COCAMHUTE/IbHbIE KOMILJIEKCbI OY€Hb BasKHbI
VI 1Iepe/iair CUI'HaJjia OT KJIETKH K KJIETKE, 1 HE TOJIbKO Y€pPeE3 Discs—large, HO U1 4epes
Apyrrue KOMIIOHEHTDbI 3TUX CTPYKTYP, B TOM 4HCJEe, KaK Mbl 3Hae€M, U KaJllT€PpUHDbI.

19.2.3. MeXxKneTouHble KOHTaKTbl 1 6a3anbHaA memb6paHa ynpaBnaoT
anunkKanbHo-6a3anbHON NONAPHOCTbIO KNETOK

BobHCTBO KJIETOK SKUBOTHBIX TKAHEH UMEIOT BBIPAKEHHYTO MOJISIPUAINIO: JIHOO
UX TIepeTHII Kpail OTJIYAeTCsI OT 33/ {HEr0, JIIOO BEPXHSIS YacTb — OT HIKHell. B kauecTBe
pUMepa MOXKHO HPUBECTU, KAK Mbl TOBOPUJIM, TIOYTH JIOOYIO AMUTETUATBHYIO KJIETKY,
HEUPOHDI C UX JEHPUTAMU U aKCOHAMU, MUTPHUPYIoIiie (pruOpo6IaCTbI 1 JTEHKOIUTDI, Y KO-
TOPBIX €CTh JIOKOMOTOPHAS TIEPEIHS YacTh 1 TSAHYIIUICS 3a Hell 3a{H1ii Kpall, 1 MHOTHe
3apO/IbIIIEBbIE KJIETKH B MOMEHT MO/JITOTOBKU K HECUMMETPUYHOMY JICJIEHUIO, B PE3YJIbTaTe
KOTOPOTO JIOUepHIE KJIETKU OYyT OTJNYaThes APYT OT Apyra. CyliecTByeT OCHOBHOI Ha-
60p KOMIIOHEHTOB, HEOOXO/IMMbIX JIJISi BOSHUKHOBEHUSI TIOJISIPHOCTH KJIETOK BO BCEX ITHX
cJly4yasix, U OH €JIUH JIJISi BCETO KUBOTHOTO 1[aPCTBA, OT YepBeil 0 MJIEKOIMUTAIOIINX.

B cityuae srmtemanbHbIX KJIETOK 9TH (DYHIAMEHTAJIbHbIE «T€HePaTOPbI HOJISIPHOCTI
JIOJDKHBI ¢pOPMUPOBATH OTJMYAIONIAECS JIPYT OT APYTa aluKaJIbHbINA 1 6A3aIbHBIN T10-
JIIOCa, TIPUYEM CJIEIaTh 3TO B MIPABUJILHOI OPUEHTAIUN, B COOTBETCTBUH C OKPY KEHUEM
kyeTku. OCHOBHbBIE COOBITUS, TIPOUCXOJISIIUE TIPU ATOM, XOPOIIO OIMKUCHIBAIOT HKCIIEPH-
MeHTBI ¢ Ky 16Ty poii kierok MDCK (puc. 19.29, @). 91u K1eTku MOKHO OTJAEIUTh APYT
OT JIpyra ¥ KyJbTUBUPOBATb B CYCIIEH3UN B KOJJIAreHOBOM resie. OIMHOYHAST H30JUPO-
BaHHAs KJIETKA B TAKUX YCJIOBUSX He 00JIaJIaeT KAKO-n60 MOJISIPHOCTBIO, OJTHAKO €CJIN
MO3BOJIUTD ATOU KJIETKE JIEUTHCS, TO OHA BCKOPE cPOPMUPYET KOJOHUIO KJIETOK B BHJIE
0JIOTO AMUTETUATBHOTO ITy3bIPbKa, U MOJISIPHOCTD KAXK/I0i KJIETKU B HEM CTAHET XOPOIIIO
3ameTHol. [ly3bIipek okpyskaercst 6aszaibHON MEMOPAHOIA, U BCE KJIETKM OPUEHTUPYIOTCS
OJIMHAKOBO, TIPUYEM UX AlIUKAJIbHBIE MOJIEKYJIbI-MAapKePbI 00paliieHbl BHYTPb. OueBUHO,
yto KIeTKn MDCK nMeroT BHYTPEHHIOI TEHIEHITIO TTIOIIPU30BaThCs, OTHAKO MEXAHU3M
KOOIIEPaTHBEH, W PE3YJIbTaT 3aBUCUT OT KOHTAKTOB C COCEHUMH KJIETKAMHU.



1774  Yactb 5. KneTku B KOHTEKCTE NX COBOKYMHOCTMN

AMNKATNBHO-BA3ATIBHAA ATMNKAJIbHO-BA3ATIbHAA AMNKATNIbHO-BASATIbHAA

MONAPHOCTb MONSAPHOCTb MONAPHOCTb
annapat [onbmpku aKTUH
NaMUHUH  A40po nnoTHoe coeanHeHne
a) rPYMMNA HOPMAJIbHbIX 6) RAC 8) RAC BJIOKMPOBAH, KINETKMN
KNETOK BJIOKMPOBAH MOMELLEHbI B MATPUKC

C 3K3OIrEHHbIM NAMNHNHOM

Puc. 19.29. CornacoBaHHas nonspusauus rpynnbl SNUTENMaNbHbIX KNETOK B KyNbType U yyactue Rac u na-
MUWHUHA B 3TOM npouiecce. KneTku anHum MDCK B cycneHsuu, nonyyYeHHble U3 MOYEeYHOro anuTenns cobaku,
NMOMELLEHbI B KOTAreHOBbI MaTPUKC, B KOTOPOM MON NponndeprpoBaTb, 06pasys HebobLLne N30INPO-
BaHHbIE KOMIOHWUW. DTV KOIOHUM CXEMATUYHO MOKa3aHbl 34eCh B paspese. a) KNeTku Takoi KOoJIoHWM B HopMe
CMOHTAHHO 06Pa3yHOT ANUTENNANBHBIV MYy3bIPEK C NONOCTbIO BHYTPU. C MOMOLLbIO OKPALLMBaHMSA Ha aKTWH (Npu
3TOM OKPALLMBAOTCA anymKaibHble MUKPOBOPCUHKM), Ha 6enok ZO1 (6enok NI0THOro coeamHeHs), Ha annapat
ToNbAMKWM M HAa NAMUHUH (KOMMOHEHT 6a3asbHOM MeMbpaHbl) MOXKHO MOKa3aTb, YTO BCE KNETKMU Npuobpenu
NONSAPHOCTb, MPUYEM MX annKaNbHAsA NOBEPXHOCTb 06paLLeHa B NONOCTb, @ 6asasibHble YacTy ConpuKacatoTea
C OKPY»KatOLLMM Ny3bIPeK KONNAreHoBbIM resiem. 6) OyHKLMOHUPOBaHME Rac HEBO3MOXKHO, €C/IM SKCNPEeccu-
pyeTca LOMWHAHTHO-HeraTuBHas dopma 6enka. ITo NPUBOAUT K TOMY, YTO KNETKMU NpuobpeTatoT 06paTHyo
NONAPHOCTb, He CNocobHbI 06Pa30BbIBATL NOJIbINM My3bIPEK U MOYTU HE OTK/aAbIBAOT NTAMWHUH Ha Nepudepun
KOJIOHMU, KaK 3TO eNatoT HOPMasibHbIe KNETKU. 8) Ecv ny3bipek momeLLeH B MaTPUKC € 6ONbLIMM CoaepKa-
HWMEM 3K30reHHOTO IAMMHUHA, TO KNETKM NPUOBPeTatoT NPaKTUYECKU HOPMaJIbHYHO MONAPHOCTL AaXKe B TOM
cnydae, koraa Rac He dyHKumoHupyerT. (Mo L.E.O'Brien et al., Nat. Cell Biol. 3: 831-838, 2001. C pa3peLueHus
nspatennctea Macmillan Publishers Ltd.)

Uto6b! BBIACHUTD, KaK paboTaeT MOJIEKYJISIPHBIN MEXaHU3M, JIeXKAlil B OCHOBE
mporiecca, HysKHO TPEXe BCEro MAeHTU(MUIINPOBATh €ro KOMIIOHEHTHI. bBosbIiie Bcero
CBeJIEHUI JIaJIN CCTie/IoBaHs, BbinoiHeHHble Ha yepBe C. elegans n aposoduse. B ciy-
Yyae 4epBsl CKPUHUHT MyTaIllii, HApyIIafoINX TTPOIECCHI MTPOCTPAHCTBEHHON OPraHn3aIini
KJIETOK 3apO/IbIIIA, BBISBHUJI P/l TEHOB, OTBETCTBEHHBIX 32 HOPMAJbHYIO TOJSPHOCTD
KJIETOK M acuMMmerpryHoe jenerue (cMm. riaBy 22). Cpeau HUX MMEETCS KaK MUHU-
MyM IecTb Tak HasbiBaeMbix Par (partitioning defective) renoB. Y mucciieloBaHHBIX
BU/IOB JKMBOTHBIX STH T€HbI U WX roMoJoru (Hapsily ¢ JAPYTMMH TeHaMH, OTKPBITBIMU
B HCCJIE/JOBAaHUSAX Ha JPO30(uie M MO3BOHOYHbBIX) MTPAIOT (PYHIAMEHTATBHYIO POJIb
He TOJBKO B aCHMMETPUYHOM JIeJICHNHN KJIETOK 3apPO/IbIIIa Ha PAHHWUX CTa/INSAX PA3BUTHS,
HO BO MHOTHX JIPYTHUX TPOIIECCAX, CBA3aHHBIX C TOJIApU3aIieil KJIeTOK, BKIOYas T10-
JISIPU3AINIO SIHUTEMANbHbIX KieToK. Harmpumep, ren Pard y C. elegans romomnornyexn
rery Lkb1 miiekonuraonmx u Apo3oQuie U KOAUPYET CEPUH-TPEOHUHOBYIO KIUHA3Y.
B ciryyae 110/10BOIT MyTIIKM MyTaIlul B 3TOM TeHe HapYIIAIOT TOJISIPHOCTD SHIIEKJIETKH
U KJIETOK SIHUTe Hst. Y 4eJOBeKa TaKue MyTAllii MPUBOIAT K HACACOCMEEHHOMY NO-
aunozy xuweunuxa (cunopomy Iletimya — Ezepca), nipr KOTOPOM KJIETKH KUIIEYHOTO
AMUTEJNS PACTYT OECTIOPSAI0YHO ¥ IMEeTCs TIPEIPACTIONIOKEHHOCTDh K HEKOTOPBIM PETKAM
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BUJaM paka. Eciam He maBaTh 4eslOBeYECKUM KJIETKAM STUTENNS TOJCTOTO KUIIEYHUKA
B KyJbType BbipaGarbiBarb LKB1, onu He npuoOperyT HOPMAIbHON MOJISIPHOCTH.
C pyroii CTOPOHDI, €CJIU TaKKUe KJIETKH B KYJIbTYPe 3aCTaBUTh BbIPAOAThIBATh CJAUIITKOM
muoro LKB1, oHu craHoBsaTcs MOJISIpHbIMEU Jaske Oy/ydd MU30JUPOBAHBI OT APYTUX
KJETOK U CO BCEX CTOPOH OKPYKEHbI ofHOpoaHol cpexoii (puc. 19.30). I10 roopur
0 TOM, YTO 32 HOPMAJBHYIO TIOJSPHOCTH OTBEUYAIOT ABA B3AMMOCBI3AHHBIX MEXaHU3MA!
GJsiaro/lapsi O/IHOMY M3 HUX KJIETKA cama 10 cebe CTPEMUTCS CTaTh TOJISIPHOMN, a BTOPOU
MEXaHU3M HAIPABJIFeT ee OCh TMOJISIPHOCTH B COOTBETCTBUU C PACTIONOKEHUEM COCETHITX
KJIETOK 1 6a3asibHOI MeMOpatbi. Bropoit Mexanusm, BeposiTHO, XapaKTepeH UMEHHO JIJist
AIUTEJIUS, A TIEPBBIN, BOBMOXKHO, 60Jiee PacIpPOCTPaHEH U JIEHCTBYET TaKKe U B [PYTUX
KJIeTKaX, O0JIa/IAI0HIX [TOJISIPHOCTDIO.

MouiekyJibl, KOTOPbIE, KaK U3BECTHO, HEOOXOUMBI JIJIsl YCTAHOBJIEHUST [IOJISIPHOCTH
AMUTETMATBHBIX KJIETOK, MOYKHO KJIACCH(PUITTPOBATDH COTIACHO ITUM ABYM MEXaHU3MAaM.
Kak 1npaBusio, 0OCHOBHBIMU B 9TOM IIPOILIECCE SIBJISIIOTCSI TPU CBSI3aHHBIX ¢ MeMOPaHOil
6eska: Par3, Par6 v arunmynas nporennkunasa C (aPKC). Par3 u Par6 npezicrasistior
coboii 6esiku ckaddoa, conepraiue PDZ-10MeHbl, 1 OHU CBS3BIBAIOTCS JAPYT C [PYTOM
u ¢ aPKC. Kommekc u3 aTux Tpex KOMIIOHEHTOB TaKKe UMeeT CAlThI CBI3BIBAHUS Pas-
JIMIHBIX MOJieKyJT, BRodast Manbie GTPaser Rac m Cdc42. Tlocentine mMeroT GOJTBINoE
snavenue. Tak, nanpumep, ecau B rpyiie kiaetok MDCK 6okupoBana aktuHocTb Rac,
TO KJETKH pasBHBalOTCs ¢ oOparHoii noaspHoctbio (em. puc. 19.29, 6). Rac u Cdc42
SIBJISTIOTCS KJTIOUEBBIMU PEryJIsiTopaMu COOPKHU aKTUHA, M. TJiaBy 16; mmoxoske, uto 6Jiaro-
napst uM c6opka Komiiekca Par3-Par6-aPKC B nekotopoit 06/1acTi KOPTHKAJIBHOTO CJIOST
KJIETKU CBSI3aHA C TOJISIPU3aIell IMTOCKEIeTa 10 HAIPpaB/IeHnIO K 3Toit obmactu. IIporecc
cOOPKU, OUYEBU/IHO, KOOTIEPATUBEH U XaPAKTEPU3YETCSI TIETJIEH TOJIOKUTEIBHON 06PaTHOI

a) HEMONSAPHASA KINETKA 6) TMONAPHAA KNETKA

MWUKPOBOPCUHKM
C aKTUHOBbLIMU chrnameHTaMu

LKB1 HeakTVBeH LKB1 aktmeen L |
10 MKMm
Puc. 19.30. Monapusauus oTaeNbHON ANUTENUANIbHON KNETKU. B KyIbTUBMPYEMbIE KNETKU KULLEYHOTO SNUTeNUs
BBE/IM peKoMbUHaHTHY0 JHK, KogupytoLyto perynsTopHble KOMMNOHEHTbI, 3anycKatoLme nam 61okupytoume
aKTMBHOCTb 6enka LKB1 B 3aBMCMMOCTM OT COCTaBa KynbTypanbHOM cpeabl. Mpu HUM3KOM akTeBHocTH LKB1
KNETKM OCTaAlOTCA HEMOAAPHBIMU; NMPU €ro aKTUBALMM KaxKaas KAeTKa, He3aBUCMMO OT Apyrux, npuobpeTaert
nonapHocTb. MonApHOCTL NpoABAAeTcA B pacnpeseneHnn 6enKoB NAoTHOro coeauHerus (Z01) n 6enkos
aAAre3anoHHbIX KOHTaKTOB (p120-KaTeHUHA), AKKYMY/IMPYIOLLMXCA Ha O4HOM CTOPOHE KNETKU: OHWU pacnonara-
HOTCA BOKPYT MUKPOBOPCUHOK, CHAabXKEHHbIX aKTUHOBbIMUM dunameHTamu. Mpu aTom pacnpeneneHne 6enkos
NONAPHO AarKe B TOM C/ly4ae, eCv KAETKU U30/IMPOBaHbI APYT OT Apyra U Mexay HUMU HEeT KOHTAKToB. Takas
ABTOHOMHAsA MOAAPM3aALMA NPOUCXOANT AaXKe NPU KyAbTUBUPOBAHUM B CyCneH3uKn, 6e3 BCAKOrO KOHTAKTa
¢ cybcTpaTom, KOTOpbI MOT 6bl UX OpueHTMpoBaTh. (M3 A. F. Baas et al., Cell 116: 457-466, 2004. C pa3peLueHus
nspnatenscrea Elsevier.)
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CBSI3U U TIepe/laueil CUrHaJIOB B IPOCTPAHCTBE, TaK YTO HEOOJIbIIas HAYAIbHAS TPYIIIA
ATUX KOMIIOHEHTOB CHOCOGHA CTUMYJIMPOBATh JlajibHeliiee 00pa3oBaHue KOMILIEKCOB
B 9Tol obacTu ¥ nojaButh ux (opmuposBanue B Apyrux mecrax. [losoxurenbruas 06-
partHast CBsI3b MOJKeT JieiicTBoBaTh uepes Geskn Cded2 n Rac: BbICOKast aKTHBHOCTD ATHX
MOJIEKYJI B KAKOI-TO TOUKE, CIIOCOOCTBYS EPECTPOMKE IIUTOCKEIETA, MOXKET MOOYK/1aTh
CHCTEMBI BHYTPUKJIETOYHOTO TPAHCIOPTA JOCTABJATh B ATy TOUKy erre Gosbime Cdcd2
nmn Rac in6o TpancioprupoBarh Ty1a UX akTuBatopbi. [10103peBaioT, 4To UMEHHO TaK,
110 CYIIECTBY, paboTaeT MeXaHu3M IMPUOOPETEHHS MIOJSIPHOCTU B KJIETKAX MOUYKYIOMIUXCSI
JIPOKIKEN, U BO3MOKHO, YTO TAKUM 06PA30M KJIETKHU, 110/[00HbIe MUTPUPYIONUM (HUOPO-
6JiactaM, yCTaHABJIMBAIOT PA3IMUNE MEK/LY BELYIIIUM KPAEM U OCTAJIbHOM YACThIO KJIETKH.
Ckopee Bcero, B 3TOM 3aKJIOUAETCSI CYyTh MEXaHU3Ma TOJISIPU3ALIUN 9YKAPUOTHYECKOI
KJIETKH, 110 KpaiiHell Mepe B 9BOJIOIMOHHOM CMbICJIE.

Cyuzs 1o Bcemy, komiuieke Par3-Par6-aPKC, Bmecre ¢ Cdc42 u Rac, konrposnnpyer
oOpasoBanue Apyrux OeTKOBbIX KOMILIEKCOB, CBSI3AHHBIX C BHYTPEHHEN MOBEPXHOCTHIO
KJIETOYHOIT MeMOpaHbl. B 4acTHOCTH, B SIIUTEINATBHBIX KJIETKAX OH 3aCTABJISIET KOMILIEKC
Crumbs, ckpertentibiii PDZ-6enxamu ckaddosma Discs-lost u Stardust, sokamisoBarbest
6IIKe K ATleKCy KJIETKU, a TPETHil Io[0GHBII KOMILTEKC, HasbiBaeMbIil Scribble, opramu-
3YIOIUM 3BEHOM B KOTOPOM cJryskat Gesiku ckaddoaa Scribble u Discs-large (tot cambrii,
0 KOTOPOM MBI YK€ TOBOPHJIN), OKa3bIBAETCS JTOKAIM30BAHHBIM O/IMKe K Ga3aJbHON 4acTy
(puc. 19.31). Bompoc o ToM, Kak pasaudnbie GEIKOBbIE KOMILIEKChI B3AUMO/ICHCTBYIOT
MeKy co00ii U C APYrUMU KOMIOHEHTAMU KJIETKU, TOJbKO HAUYMHAET TIPOSICHSTHCS.

Ho uro 3acrasiisier BCIO 3Ty OTJIQKEHHYIO CUCTEMY HPABUJIBHO OPUEHTHPOBATHCS
OTHOCHUTEJBHO cBomx coceneir? B smmrenmun xomiuteke Par3-Par6-aPKC cobupaercs
B 06JIACTH MEKKJIETOYHBIX KOHTAKTOB: Y MO3BOHOYHBIX — BOJIM3U IJIOTHBIX COEINHEHNI,
y Apo30odusibl — BOJIU3H A/IF€3UOHHBIX KOHTAKTOB, TaK Kak Gesiku ckadoJiia, BXOIAIIne
B COCTaB KOMILJIEKCA, CBSI3bIBAIOTCS C XBOCTAMU OIPE/IENIEHHBIX TPAHCMEMOPAHHBIX GEKOB

- komnnekc Crumbs ——

nroTHoe

a[re3avioHHbIN _
A gl OITITELG coefiMHeHne

Par3-Par6-aPkc/
CenTUpPOBaHHbIN \ Cdc42/Rac aAre3anoHHbIV

KOHTaKT —— / KOHTaKT

T~ komnnekc Scribble ——

\ I /

GasanbHasi
] MembpaHa
anuTenuanbHas knetka Drosophila anuUTenunanbHas KneTka no3BoHOYHOIo

Puc. 19.31. PacnonokeHue Tpex CBA3aHHbIX C MeM6paHoil 6eNKOBbIX KOMMNIEKCOB, UrPaloLWMUX [IAaBHYHO
ponb B onpeaeneHnn NONSPHOCTU KNETOK anutenusa. CieBa CXeMaTUYHO HapMCcOBaHa aNuUTenabHas KaeT-
Ka Apo3odusbl, cnpaBa — No3BOHOYHOrO. Bee Tpu Komnnekca: Par3-Par6-aPkc, Crumbs u Scribble, kKpenatca
K 6enkam ckaddonaa, cogeprralmm PDZ-gomeHbl. PacnpeaeneHne KOMMNIEKCOB B KNETKAX Pas/IMYHbIX TUMOB
HECKOJIbKO OT/INYaeTCs.
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aaresun. TeM BpeMeHeM IUTOCKEJIET, MO/| BIusHUEeM Rac uin CXOAHBIX ¢ HUM GEKOB,
HAJIA3KUBAET [JOCTABKY KOMIIOHEHTOB (Ga3a/ibHOI MeMGPAHbI HA IPYTOi KOHEI[ KIeTKU. DTu
MOJIEKYJIbl BHEKJIETOUHOTO MATPUKCA 3aT€M CHOBA BO3/ICHCTBYIOT HA KJIETKY, HPH/aBast
GvsKaiiiieMy K HUM YYacTKy KJIeTKH cBoiicTBa GazanbHoil o6mactu (em. puc. 19.29, 6).
Takum 06pasoM, MOJSIPHOCTb KJETKU CONPSKEHA ¢ ee OPUEHTAINeH B IUTENaIbHOM
IJIACTE U C €€ PACIOJIOKEHIEM OTHOCUTEJIbHO Ga3aibHONi MeMOPaHBbI.

19.2.4. OTAaenbHaA CMrHasbHaA cucrtema KOHTpOJIMPYeT MJIOCKOCTHYIO
MNONTAPHOCTD KJ/IeTOK

AnvkanbHO-6a3abHas MOJISIPHOCTD — YHUBEPCATbHAS XapaKTEePUCTHKA BIINTe-
JIVISL, OJTHAKO KJIETKY HEKOTOPBIX SIHTE/IHEB 00JI1a/1al0T JJOTIOJHUTETbHOI HOISIPHOCTDIO,
OCb KOTOPOII NepIeH/IKy.IIpHa OOBIYHOM OCH HOJIIPHOCTH, KaK ecJi Obl Ha KJIETKAaX
HApHCOBaHA CTPEJIKA, HAlPaBJEHHAS B ONPEJEICHHYI0 CTOPOHY B IIOCKOCTH BIIUTE-
JIMAJIBbHOTO ¢10s1. [I0/IIPHOCTD TaKoOro THIIAa HA3bIBAETCS IIOCKOCTHOI MOJSIPHOCTBIO
kaerok (puc. 19.32, ¢ u 6). Ha kpbuie 1I0/10B0I MYIIKH, K TIPUMEPY, KaxKast SIU-
TeJMaIbHas KJIEeTKa MMeeT Ha CBOell IIOBEPXHOCTH CJIeTKA HECHMMETPHYHDBIN OTPOCTOK,
HA3bIBAEMBIII BOJIOCKOM KPbLIA, ¥ BCE BOJOCKU HANPABJEHbI HA BEPIIUHY KpbLia. AHa-
JIOTHYHO BO BHYTPEHHEM yXe MO3BOHOUHBIX KasK/Iask BOJIOCKOBAsI KJIETKA-MEXaHOCEHCOP
MMeeT aCMMMETPUYHbII My4oK crepeonuuii (MaJouKOBUIHbIE BHIPOCTDI, COEPIKaIIUe
AKTHUH), PACTYIUX U3 €€ AllMKAIbHOII TTOBEPXHOCTH: U3rMO TyYKa B OJJHOM HarpaBJie-
HUM BBI3BIBAET OTKPBITHE KAHAJOB, MPUBO/ST K 9JIEKTPHUYECKOU CTUMYJISIMKA KJIETKH,
u3ru6 B MPOTUBOIIOJIOMKHOM HAINPABIEHUN OKA3bIBAET MPOTUBOIOJIOXKHOE JIEIiCTBHE.
Yro6bI CIyXOBOIT aHAIM3aTOp PAboTaJl IIPABUJIBHO, BOJOCKOBBIE KJIETKU JI0JUKHBI ObITh

anuaepmMarnbHble KNeTKU 4yBCTBUTESbHbIE BONOCKAU anuaepmMarbHbI€ KNETKU  YYBCTBUTEINbHbLIE BOINOCKN

Kpblna MyLUKN BHYTPEHHETO yXa MbILLN Kpblnia MyLLUK/ BHYTPEHHETO yXa MbILLK
L
25 MKM
[
a) 5 Mkm ®) 10 MKkM 8) 2)
VKA TN MYTAHT MO r'EHY Flamingo

Puc. 19.32. MN0CKOCTHas NONAPHOCTb KNETOK. a) BONOCKM Ha Kpblie MyLIKK. Y KaXKA0M KNeTKU INUTEeNNA Kpblia
Ha anuKasbHOM NOBEPXHOCTU MMEETCA TaKOW 3a0CTPEHHbII OTPOCTOK, UM KBOIOCOKY, NPUYEM BCE BOIOCKM
HanpaseHbl OAMHAKOBO, K BEPLUMHE KPbla. ITO OTPaXKaeT NJI0CKOCTHYHO MONAPHOCTb KA Aol KNeTku. 6) Yys-
CTBUTE/IbHbIE BOIOCKOBbIE K/IETKU TOXKE NOMAPHbI B NI0CKOCTU. ITO NPOABNAETCA B COIIACOBAaHHON OpUeHTaLmum
WX CTEPeoLnNiA (OTPOCTKOB, CHAabKEHHbIX aKTUHOBbIMM dUnameHTamK). ALeKBaTHOe BOCNPUATUE 3BYKa He-
BO3MOXHO, €C/IM BOJIOCKOBbIE KNETKN OPUEHTMPOBaHbI HenpaBuabHO. 8) MyTauua B reHe Flamingo nnozosoit
MYLLKK, KOAMPYIOLWEM HEKNACCUYECKUIA KafrepyH, HapyLllaeT OpMEHTALMIO BOJIOCKOB Kpblaa. 2) Y mblwei
MyTaLWsA reHa, Kogumpytoulero 6enok-romonor Flamingo, npusoaut K 6ecnopafo4HOM OpUeHTaLMM BONOCKOBbIX
KNETOK BHYTPEHHErOo yXa; TakMe Mbllu He cablwat. (a u 8 — u3 J.Chae et al., Development 126: 5421-5429,
1999. C paspeweHua The Company of Biologists; 6 u 2 — 13 J.A. Curtin et al., Curr. Biol. 13: 1129-1133, 2003.
C paspelleHnsa nsgatenncrsea Elsevier.)
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[PABUJIBHO OPUEHTUPOBAHbBI. [1I0CKOCTHASI NOJISPHOCTD KJIETOK BasKHA TAKIKE, HAIPH-
Mep, B JbIXATEJbHbIX MYTsX, T/e OUEeHNe KasKAOH PECHUYKHU JIOJDKHO HATh MOKDOTY
13 JIETKMX Hapy»XKy, a He Hao6G0pOT.

B pesyJibrare CKPMHUHTA MyTAHTOB IPO30(UIIbI ¢ GECTIOPSAOYHO PACIIOIOKEHHBIMU
KPbLIbEBBIMU BOJOCKAMU UICHTU(DUIIUPOBAIU TPYIIILY F€HOB, OTBEYAIONINX 32 IIOCKOCT-
HYIO TI0JIAPUBALKIO Y IIOJ0BOI Mymiku. HeKoTopble U3 HUX, TaKue, Kak HAlpuMep,
Frizzled n Dishevelled, xogupyior 6enku, KOTOpbIe, KaK OKa3aJ0Ch, yIaCTBYIOT B CHI-
HasbHoM Wnt-mytu (eM. raasy 15). [IBa apyrux rena, Flamingo (cm. puc. 19.31, 6)
u Dachsous, xoqupyior Geiku u3 cyrepceMeiictBa KaarepuHoB. MYHKIINIO OCTATbHBIX
FeHOB HE TaK MIPOCTO ONPE/IEUTD, OJHAKO OYEBHU/IHO, YTO OHU YUYACTBYIOT B MEXaHU3MAX
YCTAHOBJICHUSI IJIOCKOCTHOM TIOJIIPHOCTH. BeJki, KOJAUPyeMbie STUMU reHaMu, coOupa-
I0TCS B KOMILIEKChI BOJIM3U MEKKJIETOUHBIX KOHTAKTOB, TAK YTO MOJISPUIYIOLIEE BIUSHUE
MOJKET PACIPOCTPAHATHCS OT KJIETKH K KjeTke. Ta ske, 110 CylecTBY, cucreMa GeJKOB
YIPABJISIET BO3BHUKHOBEHUEM ILIOCKOCTHON MOJISIPHOCTH Y TO3BOHOUYHBbIX. Harpumep,
Yy Mbllleii, MyTaHTHBIX 110 romoJiory Flamingo, BOJIOCKOBbIE KJIETKU BO BHYTPEHHEM yXe
OPUEHTUPOBAHBI HENPABUILHO (IIOMUMO MPOYMX HAPYIIEHUN), U [I0ITOMY TAKUE MBbIIIK
ne capmrar (em. puc. 19.32, 2).

3aKniouyeHue

Sanuparowue coedunenus: nIoMHvle KOHMAKMbL Y NOIEOHOUHBLY, CENMUPOSAHHbLE
KOHMAKMbL Y HACEKOMBLX U MOJLIIOCK08, NEPEKPLIBAION NPOCMPAHCIEO MEKOY KIACKA-
MU INUMeENUs U He 0arm MOJIEKYAaAM Nepexooumsy ¢ 00HOU CMOPOHbL NAACMA KAEMOK
na opyeyto. Onu makxe npensimcmeyom nepemeuenuio 6eiKos 6 Memopane, mem camvim
noMozdst nO0OePKUBAMd Pa3iuiue MeK0Y NONYAAUUIMU OK06 8 ANUKAILHOU U 6aA301d-
mepanvrol uacmsx memopanvl snumeaudarviol kiemxu. Ocnogivle mpancmemopanivie
benxu, (hopmupyouue 3anuparugue coeounenust, Hocsm Ha3eanue Kiayoutos; pasiunble
npedcmasumenu Mozo ceMelcmsa uipadbamvléaiomes 6 PasHvlx MKAHSLX, 00ecneusds
pasnuunble ce0UCMEa NPOHUYAEMOCIIU PA3HOOODAZHBIX INUMEIUATLHBIX NAACTNOS.

Buympuxaemounvie 6eaxu cxappoaoa ces3vi6aiomcs ¢ mpamHcmemMopanvlmu
KOMNOHeHMAMU 6 00LACU 3ANUPAIOWUX COeOUHEHUL U 00eCneuusaom KoopouHayuio
IMUX CIMPYKMYP € KAOZEPUHOBLIMU NPUKPENUMETBHBIMU KOHMAKMAMU, 00PA3YS MAKUM
00pasom coedunumenbHovle KOMNIEKCol. Imu 6eaxu ckaghgorda umneiom xax munumym
ewe dse eaxuvie pynxyuu. OHu uzpaiom poav 6 YnpasieHuu npoaupepauuen nume-
JUATOHBIX KAEMOK, d MAKKe, COBMECMHO C OpYeuMll PezyaimOPHbIMU MOLEKYIAMU,
nanpumep Rac u Cdc42, ynpasasiom noispHocmuio K1emox. InumeiuaivHoie K1emKu
UMEI0Mm 6HYMPEHHION MEHOCHYUIO CINAHOBUMBCSL NOJSPHOIMU 6 ANUKANLHO-0A3ABHOM
Hanpasienuu. B onpedesenuu opuenmayuu ocu nOAAPHOCIU NO OMHOUWEHUIO K KIACMKAM-
COCeOsIM 6 INUMENUATLHOM NAACTE YUACMEYIOm OeNK0Bble KOMNIECKCbL, BKIIOUAIOUUE
benxu ckaggpoada, cobuparouuecs 6 obaacmu MexKIemounvly konmaxkmos. Kpome
Mozo, Ha OPUEHMAUUIO OCU OKA3bIBAEM 6JUSHUE NOJAPUIAUUL UYUMOCKESeMd, YNPae-
asiemas napoti Rac/Cdc42, a maxxe 6asanrvnas membpana.

Kaemxu nexomopuix snumenuansvhvlx mxaneti. 0ONOJIHUMENLHO NOJAPUIOEAHDL
6 NJIOCKOCMU INUMENUs, 6 HANPABIeHUU NePREHOUKYIAPHOM ANUKANLHO-O0A3AIbHOU
ocu. Omadenvuas epynna KOHCEP8amuHvlx 6e1K08, 0eticmeyIUUX CXO00HIM 00PA30M
Y NO3BOHOUHDLX U Y HACEKOMBLY, YNPABIAEM 603HUKHOBEHUEM IMO20 8UIA NOAAPHOCIU
N0 NJIOX0 USYUEHHOMY CUZHATLHOMY MEXAHUBMY, KOOPbIL MAKKE CEAIAH C MEKKIe-
MOUHBIMU KOHMAKMAMU.
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19.3. MNyTn nepexopna BewecTs N3 KNeTKN B KNETKY:
LenieBble KOHTAaKTbl N N1a3MmofecMmbl

[1noTHBIE KOHTAKTBI HE [JAIOT BENIECTBAM TPOXOUTh MEXKIY KJETKAMU SIUTENNS,
MIPeJ0TBpaIias NTPOHUKHOBEHNE BHEKJIETOYHBIX MOJIEKYJI C O/THON CTOPOHBI Ha JIPYTYIO.
[lpyToii THIT cCOeMHUTENLHBIX CTPYKTYP HECET TPOTUBOMOIOKHYTO (DYHKITHIO: 3TO CBOE-
006pas3Hble «MOCTUKI» Yepe3 MESKKIETOUHBIE TPOCTPAHCTBA, TI0 KOTOPBIM BEIIECTBA MOTYT
HEPEXO/UTh U3 KJIETKU B KJIETKY. DTH MOCTHKH Yy KMBOTHBIX (wenesvie Konmaxmot)
u 'y pacreruii (n1azmodecmvl) yCTpOEHbI COBEPIIEHHO MO-pasHOMy. OJHAKO B 060MX
caydasgx GYHKIUN CXOKH: TaKNe KOHTAKTDI MO3BOJISIOT COCEIHNM KJIeTKaM OOMEHNBATD-
cst HeGOJBIINME MOJIEKYJIaMi, HO He MakpoMoJieKyJiaMu (B cydae IUIa3MOJIECM €CTh
HECKOJIBKO MCKJIFOUEHHIT ). 3HAYEHNEe TAaKOTO CONPSIKEHUS KJIETOK, MO GOJIBIIOMY CYETY,
TOJIBKO HAYMHAET TIPOSICHATHCS.

19.3.1. LlleneBble KOHTaKTbl 06ecneunBaloT 1eKTpuYecKoe
1 meTabonunueckoe conpsaKeHue KneTok

[lesieBble KOHTAKTBI MPUCYTCTBYIOT B GOJIBIIMHCTBE TKAHEH JKUBOTHBIX, BKJIIOYAS,
HapSIy C SMUTENUSIMU, COEIMHNTEIbHBIE TKAHU, W TTO3BOJISIOT KJIETKaM COOOIIATbCS APYT
¢ apyrom. Ha Muxpodororpadusix mesieBoro KOHTaKTa MOKHO Pa3niuTh J[Be MeMOPAHDI,
pas/ie/leHHbIE 3a30POM TOCTOSTHHOM IIMPUHBI B 2—4 HM. JTOT 3a30P MPOHNU3BIBAIOT KaHAI00-
6pasyiolue GeJiKi, TIPUHAJJIEKAIINE K IBYM PA3HBbIM ceMelicTBaM, a UMEHHO KOHHEKCHHbI
1 MHHeKcHHbI. HecMoTpst Ha passinyrie aMIHOKUCJIOTHBIX MOCJIEI0BATENIbHOCTEN, GEITKN ATHX
CeMelCTB UMEIOT CXO/IHYIO (DOPMY U BBITIOJIHSIOT OIMHAKOBYIO (DYHKITHIO. Y TI03BOHOYHBIX
M3BECTHBI OEIKI 060UX CEMENCTB, OIHAKO CEMENICTBO KOHHEKCHHOB OGIIUPHEE U Y YeJoBe-
Ka Briouaer 21 Gemok. Y aposoduist u C. elegans TpucyTCTBYIOT TOJTBKO WHHEKCHHBI,
y IJIOJIOBOIT MYIIIKU ATO CeMeicTBO o6beauHsierT 15 6eNKoB, a B ciiydyae 4epBsi — 25.

Kanaspt, copmupoBanibie GeiKkaMu 1eJI€BOr0 KOHTAKTA, TTO3BOJISIOT HEOPTaHW-
YeCKUM HMOHaM M JIPYTUM BOJIOPACTBOPUMBIM MOJIEKYJIAM TIPOXO/UTh M3 IMTOILIA3MbI
OJTHOI KJIETKU B IUTOILJIA3MY JIPYTOIi, TEM caMbIM 00ecIieunBast Kak 3JIeKTPHUECKOe, TaK
u MeTaGoJIMYecKoe ColpsizKeHne KaeTku. Tak, ecyim BBECTH B OJIHY KJIETKY TTOAXO/SIINI
KpacuTesib, OH GEeCIPENSTCTBEHHO TIePEXO/IUT B COCEHIO KJETKY, He BbIXO/S B MEXK-
KJIETOYHOE MTPOCTPAHCTBO. AHAJOTUYHO, HJEKTPUYECKU TOK, MPUJIOKEHHDBIH K OJHON
KJIETKE, He3aMe/I/TUTEJbHO BBI3BIBAET 2JIEKTPUUECKOE BO3MYIIEHHE B COCEHEN KIIEeTKE
6s1aro/lapsi TOKY 3apsiKEHHBIX YacTHI[ — HMOHOB — 4Yepe3 IiesieBble KOHTAKTbl. Ecsm
BBECTU MUKPO3JEKTPO/bI B 00€ KJIETKH, MOKHO 6e3 Tpynaa Habmofarb 3ToT ahdexT
U JIaKe U3MEPUTH HEKOTOPbBIE CBOWCTBA IIEIEBbIX KOHTAKTOB, HATIPUMED, 2JIEKTPUYECKOE
CONPOTHUBJIEHNE, & TAKIKE 3aBUCUMOCTD BEJIMYMHBI COTPSIKEHNS OT Pa3/IMYHbIX (DAKTOPOB.
O/1HIMY U3 TIEPBBIX CYIIECTBOBAHNUE IIEJIEBBIX KOHTAKTOB TIOKA3aJ1 J€KTPO(U3N0IIOTH,
MIPOIEMOHCTPUPOBAB OBICTPOE U MPSIMOE AJIEKTPUIECKOE COMPSIKEHIE MEK/Ty HelfpOHAMU
HEKOTOPBIX TUTIOB. AHAJIOTHYHBIM 06Pa30M GbLIO YCTAHOBJIEHO, UTO IIEJI€BbIe KOMMYHU-
KaIn orocpenyioTcss KoHHekcnHamu: ecin MPHK KoOHHeKCUHOB BBeCTH B SIMIEKJIETKY
JIATYHIKY JINOO B KyJIbTYPY KJETOK, JIUIIEHHDBIX MEJEBBIX KOHTAKTOB, TO MEMKIY TAKIMU
KJIETKAMU, COEJIMHEHHBIMU MOMAPHO, 00PA3YIOTCS KAHAJbBI C O3KU/IAEMbIMHE JIJISI TIEJIEBOTO
KOHTaKTa CBOWCTBAMH, YTO MOKHO MPOJEMOHCTPUPOBATH AJIEKTPODUINOTOTHUECKH.

[To maHHBIM KCHIEPUMEHTOB € BBEJEHUEM MOJIEKYJI KPACUTEJSl PA3HBIX Pa3MepOB,
JIMaMeTp TIOPbI TaKOro KaHasa He mpesbimaer 1,5 aM. TakuM o6pasoM, conpsiKeHHbIe
KJIETKH MOTYT OOMEHHMBATHCS CBOMMK HU3KOMOJIEKYIAPHBIME BelecTBaMu (TaKUMU Kak
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Puc. 19.33. OnpegeneHne guameTpa MeXKKNETOYHOrO Ka-

MW Hana Wenesoro coeauHeHus. Ecm B ogHy v3 ABYX K/IETOK,
100 COEAMHEHHBIX LLEENIEBBIM KOHTAKTOM, BBECTU byopecLmpyto-
— / LLIME MOJIEKY/Ibl PAa3HOM BEZIMUYMHDI, TO B APYTYO KNETKY byayT
1000 —y — nepexoanTb INLLb Te U3 HUX, Y KOTOPbIX MOJIEKYNAPHAA Mmacca
5000 % He npesbiwaeT npumepHo 1000 gansToH, a 6onee KpynHble
4 npoxoauTb He byayT. MW — monekynapHaa macca.
20 000

HEOpraHMYecKnue MOHbBI, caxapa, aMUHOKUCJIOTHI,

HYKJICOTH/IbI, BATAMUHBI 1 BHYTPHKJIETOYHBIE Me-
auaropbl: CAMP n unosuroarpudocdar), Ho He MakpoMoseKyaamu (1o ectb Gekamu,
HYKJIEMHOBBIMH KHCJIOTaMu 1 ntoaucaxapugamu) (puc. 19.33).

19.3.2. KOHHEKCOH LeNneBoro KOHTakrta COCTOUT U3 WecCTun
TpaHcMmeMb6paHHbIX cyobegnHuL,

Konnexcunbl — TpancMeMOpaHHble OETKI € YeTHIPbMST TPAHCMEMOPAHHBIMU JIOMeHA-
mu. Illectpb Takmx GesaKoB, coOMpasich BMecTe, (GOPMUPYIOT ROAYKAHAL, N1 KOHHEKCOH.
Ecim KOHHEKCOHBI B TIJIa3MaTHYECKIX MeMOPAHAX JIBYX IPAaHIYAIIUX JAPYT C JIPYTOM KJIETOK
OKAa3bIBAIOTCS COOCHBIMH, OHM 00Pa3yIOT HEMPEPBIBHBIN BOHBIN KaHAJ, COeIMHATONNI
BHYTPEHHEE COJIEPsKUMOe THX ABYX KJeTok (puc. 19.34, a u puc. 19.35). leaesoit koH-
TaKT COCTOUT M3 MHOTUX TaKMX MAPATETbHBIX MAap KOHHEKCOHOB 1 TIPeJICTaBJIsIeT cOO0i
YTO-TO BPOJIE MOJIEKYJSTOPHOTO cuTa. KOHHEKCOHBI y/Iep:KUBAIOT B3aUMO/IEHCTBYIONINE
IIa3Marmyecke MeMOpaHbl Ha (PUKCUPOBAHHOM PACCTOSTHUY JPYT OT JPyra — OTCIO/A
1 Ha3BaHUE <IIeJIeBOI KOHTAKT» .

[IlesieBble KOHTAKTDI B PA3IMYHBIX TKAHSX MOTYT UMETh Pa3Hble CBOUCTBA, MMOCKOILKY
OHN 06PA30BaHbl KOHHEKCHHAMH B PA3HOOOPA3HBIX KOMOMHAIMAX, CO3/AIONINX KAHAJIbI
C Pa3HOU IMPOHUIIAEMOCTBIO. DBOJBITMHCTBO KJIETOK BBIPAGATHIBAET HECKOJIHLKO THUTIOB
KOHHEKCHHOB, a /[Ba PA3HbIX KOHHEKCHHA MOTYT 00Pa30BaTh reTepOMEPHBIN KOHHEKCOH
CO CBOMME OCOOBIME CBoOlicTBaMU. KpoMe TOTo, coceiHue KJETKU, 9KCIPECCUPYIOIIe
pasIMYHbIe KOHHEKCUHBI, MOTYT (hOPMUPOBATH MEKKIETOYHbIE KAHAMDI, B KOTOPbIX JBA
COOCHBIX TIOJTyKaHasa pasindatorcst (puc. 19.34, 6).

Kaxmoe ckorieHre KOHHEKCOHOB TPECTABISIET COO0M TMHAMUYECKYIO CTPYKTYPY,
KOTOPAasi MOCTOSTHHO COOMPAeTCsl, pa3brpaeTcs, epecTPanBaeTcs I MOKET BRIIOYATD B ce0st
OT HECKOJIBKUX €[MHHUIL JI0 MHOTHX ThICSIY KOHHEKCOHOB (M. puc. 19.35, 6). IKcrnepuMeHTb
Ha JKUBBIX KJIETKAX ¢ (DJIYOPECIIEHTHO MeUeHBIMI KOHHEKCHHAMI MOKA3bIBAIOT, YTO HOBBIE
KOHHEKCOHBI MOCTOSTHHO BO3HMKAIOT HAa TPAHUIIE CYNIECTBYIOIIETO CKOIJIEHWS, a CTapble
KOHHEKCOHBI YAAIAIOTCA U3 ee leHTpa 1 paspyuratorcs (puc. 19.36). Itor o6opor ocymect-
BJIIETCST GBICTPO: BPEMSI JKU3HU MOJIEKYJIbI KOHHEKCHHA COCTABJISIET HECKOJIBKO YaCOB.

MexaHu3M yJIaleHns CTapblX KOHHEKCOHOB M3 TIEHTPa CKOTJIEHUS] HEM3BECTeH,
OJTHAKO TIyTb, TI0 KOTOPOMY HOBble KOHHEKCOHBI JOCTHTAIOT €€ TPAHUIIbI, BBISCHEH: OHU
BCTPAMBAIOTCS B ILJIA3MATHYECKYI0 MeEMOpPaHy TyTeM 9K30IIUT03a, MOJOOHO JIPYTHUM HH-
TerpaibHbIM MeMOPaHHBIM GesikaM, U 3areM AuMDGYHIUPYIOT B MIOCKOCTH MeMOPaHBI
JI0 TeX TOp, MOKA He HATKHYTCS Ha CKOIJIEHWE U He TIPUCOeAnHATCS K Hemy. CrenoBa-
TeJbHO, TIa3MaTHiecKas MeMOpaHa BAIH OT IIEJTEBOr0 KOHTAKTA JOJIKHA COAEPIKATH
KOHHEKCOHbI (MOJIyKaHa/Ibl), He CHIapeHHbIe ¢ MOJyKaHagaMu JApyroii kierku. Cuwnra-
ercs, 4TO TaKWe HeclapeHHbIe KaHAJIbl B HOPMe UMEIOT 3aKPbhITYI0 KOH(MOPMAIIUIO, 4TO
MIPEIOTBPAIIAET YTEUKY Yepe3 HIX HI3KOMOJIEKYIAPHBIX coeimHennit. OIHAKO MOKa3aHo,
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Puc. 19.34. LLleneBble KOHTaKTbl. @) MoKasaHbl
coeguHEeHHble TaKMM KOHTAaKTOM Maa3matuye-
CKMe MembpaHbl ABYX coceaHMX KNeToK. Yepes
06a mMNUAHbIX 6UcNoA (NOKasaHbl KPacHbIM)
npoxoaAT 6esKkoBble CTPYKTYpPbl, Ha3biBaemble
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CMEeXHble
nnasmartnyeckume MeM6paHbI

KOHHEKCOHAMMU; KaK MoJiaratoT, KaxAbll KOH- E?AZTAZWOM
HEKCOH COCTOMUT U3 LIEeCTU UAEHTUYHbIX Benko- /1,5 HM
BbIX CyObeAMHUL, — KOHHEKCMHOB (MOKasaHbl wenb
3e/1eHbIM), NepeceKaloLyX AMNUAHbINA BUCAON. ”J'%E':"Hg“ﬂ C
B pesynbTate coeAnHEHUA ABYX KOHHEKCOHOB
obpasyeTcs HeNnpepbIBHbIM BOAHbIM KaHan, co-
eAMHAIOLWMIA OAHY KNeTKy ¢ apyroi. 6) C6opka KOHHEKCOH
KOHHEKCOHOB M MEXKK/ETOUHbIX KaHanoB. KoH- ABa COOCHbIX cogTonT 13 LeCTH
KOHHEKCOHa cyGbeanHuL,
HEKCOHbl MOTYT COCTOATb KaK U3 OAMHAKOBbIX dopMUpyIOT KaHan
MOHOMEPOB, TaK U U3 PasHbIX, @ MEXKKIETOUHbIE a)
KaHa/ibl MOTyT ObITb FOMOTUMUYECKUMU U reTe-
POTUNNYECKUMU.
roMomep
FE€TepoMEpP  roMOTUNMYECKUA  TeTEepOTUNUYECKUI
KOHHEKCWHbI  KOHHEKCOHbI MEXKIETOYHbIE KaHaslbl
6)

YTO B HEKOTOPBIX (PMBNOJIOTHIECKUX YCJIOBUSAX OHI MOTYT OTKPBIBAThCA U JEHCTBOBATDH
KaK KaHaJIbl, IIPOILYCKAIOIINEe BO BHEKJIECTOUHYIO JKMJKOCTb HEOOJIbIINE MOJIEKYJIbI, Ha-
puMep HefipoMeauaTop IVIyTaMar, WM BIIyCKAlole HU3KOMOJIEKYJ/ISIPHDIE BELleCcTBa
BHYTPb KJIETKH.

19.3.3. LlleneBble KOHTaKTbl BbINONMHAIOT pa3HOO6pasHbie GpyHKLUMN

B TKaHAX, COACPKalluX IJIEKTPUIECKU B036y111/IMbI€ KJIETKH, II€JIb COIIPAKEHUA
KJIETOK IIOCPE/ICTBOM IIEJIEBBIX KOHTAKTOB O4Y€BH/IHA. HaHpI/IMep, HEKOTOpbI€ HEPBHbIE
KJIETKH SJIEKTPUYECKU COIPAKEHbI, YTO IIO3BOJIAET IIOTEHIMAJIaM IIOKOA 6bICTp0 pac-
IIPOCTPAHATBCA OT KJETKU K KJIETKE, HE 3a/IEPKMUBasACh Ha XUMNYECKUX CHUHaIICaX. ITO
JA€T MMPENMYIIECTBO B TE€X CJay4adaX, Korjga O4€Hb BaKHbl CKOPOCTb U HA/IEKHOCTD I1epe-
Jlaun CUTHaJIa, HAIlpUMeEp, B Cjaydae CUr'Hajia K 6erCTBy y pb16 1 HAaCEKOMbBIX, NJIM KOr/a
HECKOJIbKO HeﬁpOHOB JLOJIZKHBI CpaéOTaTb CUHXPOHHO. AHa/IOrnYHO y IMO3BOHOYHbIX
IJIEKTPUIECKOE COIPAKEHUE YEPES HIEJAEBbIE KOHTAKTbl CUHXPOHU3NUPYET COKPAlll€HNA
CEPAEYHO-MbIIIIEYHbIX KJIETOK, a TaKKe KJIETOK I‘JTB.,ZIKOﬁ MYCKYJIaTypbl, OTBETCTBEHHDbIX
3a HEPUCTAJIPTURY KUIIEYHUKA.

H.[e.fleBbIe KOHTAaKTbI TaKKe €CTb BO MHOI'X HBB036y211/IMbIX TKaHgax. B IIpUHITUIIE,
oO6MeH MaJIbIMU MeTaOb0IUTaMKi U MOHAMU TIOMOTAET KOOPAMHHUPOBATh A€ATEJIbHOCTDb OT-
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a)

[ I—
100 Hm

oonbLuon
Lenesou
KOHTaKT

MembpaHb!

MarneHbKUI
LeneBou
KOHTaKT

6) I
100 HM

Puc. 19.35. dneKTpoHHble MUKpodoTorpadpum WeneBbiX KOHTAaKTOB mexKay ¢pubpobnactamm B Kynbrype.
Q) TOHKWIA cpes, 6) NpenaparT, NoyYeHHbI METOA0M 3aMOpPaXKMBaHWA-CKanblBaHMsA. MIOXKHO pasinunTb 60/1b-
LWOW U MaNeHbKUi LiesieBble KOHTaKTbl. Ha ckone Ka)'Kp,bIVI LLI,eI'IEBOVI KOHTAKT BbIrNAOUT KaK CKonsieHne ogHo-
POAHBIX BHYTPUMEMBPaHHbIX YacTUL,. Kaxkaana membpaHHasA 4acTuLa COOTBETCTBYeT KOHHeKCOoHYy. (N. B. Gilula.
In: Cell Communication [R.P. Cox, ed.], pp. 1-29. New York, Wiley, 1974.)

Puc. 19.36. O6HOB/IEHME KOHHEKCUHA. KNeTKn cofepkanm reH mognduLMpPOBaHHOTO KOHHEKCUHA, UMeto-
LLEero KOpOTKYIO KOHLEBYIO MOCAeA0BATENbHOCTb, UAM T3T, C YETbIPbMA LUCTEMHOBLIMM OCTaTKamu: ...Cys-

MOMEPEYHBLIE CPE3bI

nHKybauus B TeyeHve 4 yacos

VIHKyﬁaLlVIﬂ B Te4yeHue 8 yacos

CEYEHME B MNOCKOCTU KOHTAKTA

MHKy6auums B TeveHve 8 yacoB

L1
MKM

| I—

2™

KM

Cys-X-X-Cys-Cys (X o3HauaeT Nto60i aMMHOKUCIOTHBIN OCTaTOK).
TeTpaLMCTEMHOBbIN T3r cNocobeH MPOYHO M HeO6PaTUMO CBA3bI-
BaTbCA C HU3KOMONEKYNAPHBIMU GNYOPECLLEHTHBIMK KpacuTe-
NAMM, KOTopble BecnpenaTcTBEHHO NMPOHMKAIOT B KNETKY Yepes
membpaHy 13 KyabTypanbHOM cpefbl. B akcnepMmeHTax cHayana
BBE/IM 3€/1eHbI KPacuTeslb, 3aTeM KIETKU OTMbIAN U MHKYBUPO-
Ba/IM B TeyeHwue 4 nnu 8 yacos. MNocne atoro B cpesy Aobasnanm
KpacHbI GNyopecLeHTHbIN KpacuTeb, 3aTeM OTMbIBaM, a Npe-
napat prKcnpoBanu. MoneKynbl KOHHEKCMHA, MPUCYTCTBOBABLUME
B KNIETKE K Hauyasly aKCneprMeHTa, MOMETUANCH 3e/1eHbIM (U co-
BCEM He CBA3a/IM KPacHYK METKY, NMOCKO/bKY UX LMCTEMHOBbIE
T3 Y¥Ke 3aHAN 3e/1eHblli KpacuTesb), @ MONEKY bl KOHHEKCUHA,
CUHTE3MPOBAHHbIE BO BPeMA MHKYHaLLMK, CBA3aINCh C KPACHbIM
Kpacutenem. Ha pucyHKax nokasaHbl ONTHMYecKue cpesbl Yyepes
LeneBble KOHTaKTbl MeXXAy ABYMA KNeTkamu, 06paboTaHHbIMM Ta-
KM 06pasom. LieHTpasibHasA YacTb KaK40ro CKOMIeHUA OKpaLLeHa
B 3es1eHbIli LBET, TaK KaK COAEPIKMUT CTapble MOIEKY bl KOHHEKCUHA,
a Mo Kpasam Haxo4MTCA KpacHas obnacTb, B KOTOPOW HaxoaATcA
KOHHEKCMHbI, CUHTE3MPOBaHHbIE 3a NocnegHve 4 uau 8 4acos.
Yem 6osibLue BpeMaA MHKYBaLMK, TEM MeHbLLE LIeHTPpabHaA 30Ha
CTapblx MONEKYN U Tem 6onblue nepudepmyeckas 06aacTb, B KO-
TOPOM Haxo4ATCA NPULIEALWME UM Ha CMEHY HOBbIE MOIEKYJIbI.
(U3 G. Gaietta et al., Science 296: 503—-507, 2002. C pa3peLueHus
nspatenbctea AAAS.)
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JIETHbHBIX KJIETOK B TAKMX TKAHAX, a TaKKe CTIKUBAET CIydaiiHble (PIYKTyaruu KOH-
HEHTPAINi HU3KOMOJIEKY/ISIPHBIX BENIECTB B PA3JINIHBIX KiIeTKax. [lleseBble KOHTAKTLI
HEOOXO/IMMbI, HAIPUMEDP, B Ie4eHH, 4TOObl CKOOPAUHUPOBATH OTBET KJETOK IeYeH!
HAa CUTHAJTBI OT HEPBHOTO OKOHYAHUST, KOHTAKTUPYIOIIETO JIUTITh C HEKOTOPBIMU KJIETKAMM
(em. puc. 15.7). Hopmasibaoe passutne (DOUIMKYJIOB B SMYHUKE TaKKe HEBO3MOKHO
6e3 11eJIeBbIX KOMMYHUKAIMN MEXK/Y SUIEKJIETKOM U OKPYKAIONIUME €€ IPAHyIe3HbIMU
KJIeTKaMu. MyTarmu B reHe, KOJUPYIOIeM KOHHEKCHH, B HOPMe OTTOCPETyTOTIT KOHTAKT
MESK/IY 9TUMU KJIETKaMU, PUBOJSAT K GECILIOIHUIO.

MyTaimn B TeHaX KOHHEKCHHOB, B YACTHOCTU KOHHEKCHWHA-26, XapaKTepHbI I BCeX
CJIy4aeB BPOK/IEHHOI TJTyXOTbI: OHU HPUBOJIAT K THOEIN KJIETOK KOPTHEBA OPrata, BO3MOK-
HO, ¥3-32 TOTO, YTO OHU HAPYIIAIOT (PYHKIIMOHAIHHO BasKHBIE MYTH TOKA MOHOB U3 KJIETKH
B KJIETKY B 9TOM AJIEKTPIUECKU aKTHBHOM CEHCOPHOM anutesnn. [loMuMo TIyXoTht, MyTanum
B reHaX KOHHEKCIMHOB OTBETCTBEHHBI 32 MHOTHE JAPYTHe HAPYIIEHII, OT KaTaPAKThl XPYCTATIKA
BILIOTD JI0 OJIHOI 13 (HOPM JleMueTMHU3UPYIolieil 6osie3Hn nepudepuieckKiux HEPBOB.

[To-BummvoMy, compspKeHne KJIETOK Yepe3 TeIeBble KOHTAKThI TAKXKe UTPAET POJIb
B SMOPHOHAJBHOM Pa3BUTUM. Y PAHHUX SMOPUOHOB MO3BOHOYHBIX (HAYMHASA C BOCH-
MUKJIETOYHOI CTaaun) GOMBIIMHCTBO KJIETOK SJIEKTPHYECKH CONMPSZKEHO APYT C APYTOM.
Koraa o6ocobJieribie rpyIiibl KJI€TOK SMOPUOHA TPUOGPETAIOT CBOU YHUKAIbHbBIE YE€PTDI
1 HaYMHAOT A depeHtnpoBaThest, OHI, KaK MPABUJIO, TEPSIIOT COMPSDKEHNE C KJIEeTKAMU
OKpYy:Katorelt Tkanu. Hampmvep, Kora HepBHAS IIJIACTHHKA CBOPAYNBAETCS, 3aMbIKAsICh,
B HepBHYIO TPyOKy (cM. puc. 19.16), ee KIETKM TepSIOT CONpPsKEHHe ¢ JexkKaleld moz
Hell axTogepMoii. OMHAKO KIETKU BHYTPU KaXKIOH TPYTIIBI OCTAIOTCS COTMPSKEHHBIMU
JIPYT C JIPYrOM U MO3TOMY BeyT ceOsi KaK COIJIACOBAHHDIN aHcaMOJib, BCE YUACTHUKU
KOTOPOTO CJIEAYIOT €IMHOMY IyTH PAa3BUTHL.

19.3.4. KneTKku MoryT perynnpoBaTb NPOHMNLLAeMOCTb LesieBbIX
KOHTaKTOB

[T0106HO O6BIYHBIM HOHHBIM KaHaaaM (cM. TiaBy 11), oTesIbHbIe KaHAIbI EJIEBOrO
KOHTAKTa He OCTAIOTCST OTKPBITBIMU MOCTOSIHHO; OHU MOTYT TIEPEXONTh U3 OTKPBITOTO
COCTOSTHUS B 3aKPbITOe, U Hao60poT. bBosiee TOro, MPOHUIIAEMOCTD IIEEBBIX KOHTAKTOB
MO>KHO GbIcTpO (32 CEKyH/IbI) 1 06PaTHMO CHU3UTD, TIOHU3UB PH 1IUMTOIIa3MbI NN yBe-
JIMYMB KOHIEeHTpanuio cBoboaHoro Ca?" B nuromiasme 10 o4eHb GOJIBIINX 3HAYEHU.

Cwmpbica Takoii 3aBucuMocTH rporuiiaeMoctu ot pH weusBecten. OHaKO B OHOM
CJTydae CMBIC]T KaJIbI[HEBON PETYJISIINN BbISICHEH. Y TIOBPEK/IEHHOM KJIeTKI MeMOpaHa JaeT
Teub. IOHbI, KOHIIEHTPAIHS KOTOPHIX B MESKKJIETOUHON JKUAKOCTH BbICOKA, HarpuMep Na*
wim Ca?*, yerpeMIsiioTest B KJIETKY, a IleHHble MeTaGOJIUThI BBITEKAIOT HApysKy. Ecu bl
COTIPSIZKEHIE TOH KJIETKH C COCESIMU COXPAHSIIOCH, TO OHU ObI TOKE MMOCTPA/IAIH OT OTlac-
HbIX U3MEHeHNii XuMudeckoro coctasa. OHako 6osbioil nputok Cat B MOBPEXKIEHHYIO
KJIETKY TTPUBOINT K HEMEIJIEHHOMY 3aKPBITUIO KAHAJIOB IIEJTE€BOTO COEIMTHEHNS, HAJesKHO
U30JIUPYS 9TY KJIETKY W TIPEIOTBPAIIAst TOBPEXKIEHHNE JIPYTUX KJIETOK.

[IleseBbIe KOMMYHUKAIIUN TaKXKe PETYJUPYIOTCS € TIOMOITBIO BHEKTETOYHBIX CHT-
HasoB. Hanpumep, Hefipomennatop podaMuH ocsabisieT CBSI3b HEKOTOPBIX HENPOHOB
CeTYaTK JIPYT C JAPYTOM, OCYIIECTBJISIEMYIO Yepes IeJIeBble COe/IMHEH S, B OTBET Ha I10-
BblIeHre nHTeHcnBHOCTH cBeta (puc. 19.37). Takoe CHUKeHME IIPOHNIIAEMOCTH IIETEBbIX
KOHTAKTOB IIOMOTAeT CeTYaTKe IePEKTIOYNTHCS C MCIIOIb30BAHUS TAJO0YEK, BBICOKO-
YYBCTBUTEJbHBIX PEIENTOPOB, PAGOTAOIIMX PU MAJIONH OCBENEHHOCTH, HA KOJOOUKH,
KOTOpbIE BOCIIPUHUMAIOT IIBET U MEJIKHE JIeTaTn M300paKeHUs Ha SPKOM CBETY.
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a) 6)

Puc. 19.37. Perynauma npoHULLAEMOCTH LLLe/IEBOr0 COEAUHEHUA C NOMOLLbIO HEMPOTPaHCMUTTEPA. a) B Helt-
POH CETYATKM KPO/IMKA BBENIWN KPacUTeNb NtoLMdep KenTblin, becnpenaTcTBEHHO MPOHUKAIOLLMIA Yepes LeeBble
KOHTaKTbI B ApYr1e HepoHbI TOro Xe Tuna. 6) Mepes BBeAeHUEM KPacuUTeNs CETYATKY NoABepraav BO34eNCTBUI0
HelpoTpaHcMuTTEpa fodammHa. Kak MOXKHO BUAETb, LODAMUH 3HAUMTENBHO CHU3U NPOHWULLIAEMOCTb LLENEBBIX
KOHTaKTOB. ITOT HEMPOTPAHCMUTTEP NOBbLILIAET YPOBEHb LyKAndeckoro AMP BHyTpu KneTku. (C ntobesHoro
paspeleHuna ngatenscrea David Vaney.)

19.3.5. Y pacteHui nnasmopaecmbl BbINOJHAIT MHOrne GyHKunn,
npucyLve WeneBbiM KOHTaKTaM Y »KUBOTHbIX

TraH1 pacTeHnit TOCTPOEHBI TI0 MHOMY TIPHHITAILY, HEKEIN TKAHU JKUBOTHBIX. OCHOB-
HBIM OTJIMYUEM SIBJISIETCS] TO, YTO KJIETKU PACTEHUN 3aKJIOUYEHBbI B JKECTKYIO KJIETOUHYIO
CTEHKY, COCTOSIIYIO M3 BHEKJIETOUHOrO MAaTpUKCa, OGOraTtoro IeJIoJI030i U JAPYyruMu
nomcaxapugamu (cM. Hike). Kietounble CTeHKN cOCeIHNX KJIETOK IIPOYHO CKPEILIEHbI,
[I03TOMY PACTEHUsIM He HYKHbI IPUKPEIUISIONINE KOHTAKTBI, YTOObI yIE€P/KUBATH KJIET-
Ki Ha cBoeM Mecte. OIHAKO HEOOXOMMOCTD MPSIMBIX MEKKJIETOYHBIX KOMMYHUKAIIUI
ocraetcst. TakuMm 06pa3oM, KJIETKH PACTEHUI UMEIOT TOJIBKO O/IH KJIACC MEKKIETOUHBIX
KOHTaKTOB — IIagMozecMbl. [10/106HO 11ie/IeBbIM KOHTAKTaM, OHU HATIPSIMYIO COE/IIHSIIOT
IATOILJIA3MBI COCETHIX KJIETOK.

Y pacreHuii TOMINHA KJIETOYHON CTEHKH MEK/Y [IBYMSI COCETHUME KJIETKAMU COCTaB-
Jisier Kak MuHaMyM 0,1 MKM, U 03TOMY, 4TOObI yCTAHOBUTD COOOIIEHIE MEK/Y KIETKAMH,
HAXO/ISIIIUMUCS 110 Pa3HbIe CTOPOHBI 9TOH CTEHKU, HEOOXOUMA CTPYKTYPa, COBEPIIEHHO
OTJINYHAS OT MIEJIEBOTO KOHTAKTA. ITY TPOOJIEMY PEIIAIOT IJIA3MOIECMbI. 32 UCKIIOUEHN-
€M HECKOJIbKUX BBICOKOCIEIMATM3NPOBAHHDBIX CJIYUYAEB, KAK/As KUBAST KJIETKA BBICIIETO
pacTeHHsl Coe/IHEHA C COCEHEH KJIETKON TAKOI CTPYKTYPOii, KoTopast (pOpMUPYET TOHKIE
[UTOIIA3MATHYECKUE KAHAJIbI, TPOHU3BIBAIOIINE KJIETOYHYIO CTEHKY MeKay HuME. Kak
nokaszano Ha puc. 19.38, a, B ob6sacTu KaK/I0ii 11a3MOJIECMbI T/Ia3MaTHdecKast MeMOpaHa
OJTHOII KJTeTKU O3 TiepepbiBa MepexouT B MeMOpany coce/iHeit kiaetku. Cama ria3Mojiecma
TpeacTaBsgeT coO0l MOUTH IIIIMHAPIYECKNH KaHat auamerpoM ot 20 1o 40 um.

[To tenTpy KaHasa B GOJIBIIUHCTRE TJIa3MO/IECM TIPOXOAUT GoJiee Y3Kask IIUINHIPHU-
4JecKast CTPYKTypa — JecMOTpPyOOUKa, COeAMHEHHAs C TJIAJKUM SH/IOIIA3MATHYECKIM
PETUKYIyMOM KaKI0i U3 cMeskHbIX KjaeTok (puc. 19.38, 6—2). HuskoMonekyispHbIe
COE/IMHEHUST MOTYT TIPOXO/IUTh M3 KJETKHU B KJETKY 110 MPOCTPAHCTBY MEXK/Y BHEITHEN
MTOBEPXHOCTHIO JECMOTPYOOUKH U BHYTPEHHEN TTOBEPXHOCTHIO ITUJINHAPUYECKOTO KaHa-
Jia, ¢(popMUPOBAHHOTO TIIA3MATHYECKON MeMOpaHoil. Kak TOJIbKO 1Ipu Jie/leHin KJIeTKH
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Puc. 19.38. Mnasmogecmbl. a) LiuTonnasmaTuyeckme KaHabl NAasMoLeCcM MPOHU3bIBAKOT PACTUTENbHYHO
KNETOYHYIO CTEHKY U COEAMHAIOT APYr C APYrOM BCE KNETKM pacTeHus. 6) Kaxaas nnaasmogecma BbiCT/IaHa
naasMaTmyeckor membpaHoit, 6es nepepbiBa NEPEXOAALLEN C OAHOW KNETKM Ha Apyryto. Kak npasusio, B KaHane
NN1a3MOAECMbl HAXOAMUTCA CIOMKHO YCTPOEHHAsA CTPYKTypa — AecMOTPYyDOOouUKa, ABNAIOLLAACA NPOLO/IKEHNEM
TN3fIKOr0 SHAOMNNAa3MaTUYECKOTO PETUKYYMA. 8) DINEKTPOHHAnA MUKpodoTorpadms NpoLoabHOro cpesa Yepes
niasmoAecMy NanopoTHMKA LepaTonTepumca («BoAAHOM KanycTbl»). Pasnnunma naasmaTtmyeckas membpaxa,
BbICTM/IAIOLLAA KaHa/l, @ TaKXKe 3HAOMIa3MaTUYECKUIA PETUKYIYM U €ro CBA3b C LLEHTPasIbHOW AeCMOTPY-
604KoM. 2) MonepeyHblii cpes3 TaKkol e naasmogecmbl. (8 u e — u3 R. Overall, J. Wolf and B.E.S. Gunning,
in Protoplasma 9, pp. 137 1 140. Heidelberg: Springer-Verlag, 1982.)

Ha CTQJM TIMTOKWHe3a o6pasyeTcs HOBasg KJETOYHAS CTEHKA, B HeH (HOpMUpPYyIOTCS
mrazmMoziecMbl. OHN (pOpMUPYIOTCA BOKPYT asieMeHTOB Traikoro DIIP, kotopsie B Xome
ITUTOKNHE3a OKA3bIBAIOTCA TIOTPYKEHHBIMI B PAa3BUBAIONIYIOCS KJIETOYHYIO TJIACTHHKY
(em. ramaBy 17). Ouu taxske MOryT chOpMUPOBaThCsE de NOvO B ysKe CYLIECTBYIONIeH
KJIETOYHOH CTeHKe, B KOTOPOIi OHHU, KaK MPaBUJIO, CUAAT TIIOTHBIMU I'PYTIIIaM#, KOTOPbIE
Ha3BIBAIOTCS NOPOSLIMU NOSAMU. B ciiydae, Koria HeOOXOIIMOCTD B IIa3MO/iecMax OT-
naJlaeT, OHU MOTYT ObITh 6e3 TIPOOJIEM JIMKBH/IMPOBAHDI.
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Hecmotpst Ha mpUHIMIIMATBHbBIE PA3/IMYMSA B CTPYKTYpe MEXIY TIa3MoJecMaMu
1 TIeJeBBIMA KOHTAKTaMU, OHH JIEHCTBYIOT OJMHAKOBBIM OOPA30M. JKCIIEPUMEHTHI TI0
MUKPOMHDBEKIINN MEYEHBIX COeTMHEHNI PA3HBIX Pa3MepPOB CBHU/IETENBCTBYIOT, YTO TIJIA3-
MOJIECMBI TIPOITYCKAIOT MOJIEKYJIbI ¢ MOJIEKYJISIpHOI Maccoil Menbitre 800 maabToH, 4TO
TIPAMEPHO COOTBETCTBYET OTPAHMYEHNSIM MO pasMepy /IS MIeTEeBbIX KOHTAKTOB. Tak ke
KaK B CJIy4ae IeJIeBbIX KOHTAKTOB, TIEPEHOC BEIECTB Yepe3 MIa3MO/IeCMbl MOKET PETy-
JupoBatbcs. Tak, sKCTIEPUMEHTHI MO BBEICHWIO KPAcHUTesell MMOKa3a/Ii, 4To, HeCMOTPS
Ha HaJIW4We BHENTHe HOPMAJbHBIX IIJIa3MOJECM, MEX/Ty HEKOTOPBIMH KJETKaMH WJIN
TPyTIIaM# KJIETOK TepeHoC Jaske HN3KOMOJIEKYJIIPHBIX BEIIECTB 3aTPYy/IHEH; MEXaHU3M
TAKOTO OTPAHNYEHUS KOMMYHHKAITN HESCeH.

B mportecce hopMUpOBaHUST PACTEHNUST IPYIITIBI KJIETOK B MEpUCTEMAX TO0eTa U KOPHS
MOTYT OGMEHUBATBCSI CUTHAJIAMH, ONPEEIAIONIIME UX JajbHeliyio cy b0y (cM. riasy 22).
Hexotopble Gefki-peryisTopbl 9KCIPECCHH, YYACTBYIOINIE B 9TOM TIPOTIECCE, TEPeXO/sT
13 KJIETKN B KJIETKY MO TtasMoiecMaM. OHU CBA3BIBAIOTCA ¢ HEKOTOPBIMI KOMITOHEHTAMHU
TIJTa3MOJIECM 1 TIPOXO/IAT Yepe3 HUX BONIPEKN OTPaHUYEeHHIo TI0 pasMepaM. B HeKOTOpbIx
cayuasix MPHK, komupyiommast ator GesioK, TakyKe MOKET TIPOXOJUTh Yepes MIa3Mo/ec-
MBbI. Bosiee Toro, 3TOT TyTh MCHOIB3YIOT HEKOTOPBIE BUPYCHI PACTECHNI: MH(PEKITNOHHASL
supycHas MPHK um gaske nHTaKTHBIE BUPYCHbBIE YaCTHIIBI MOTYT TaKUM CIIOCOOOM TPO-
HUKATh M3 KJIETKH B KJIETKY. JTH BUPYCHI BbIPAOATHIBAIOT OENKU, KOTOPbIE CBSI3bIBAIOTCS
CO CTPYKTYpaM#, 06Pa3yoIIMHK MJIa3MO/IECMbI, B Pe3yJIbTaTe Yero CUIbHO YBeTMIUBAETCS
aheKTIBHBIN mamMeTp oTBepcTis. 3a/IeficTBOBAHHbBIE B TOM (DYHKITHOHAIbHBIE CTPYKTYPbI
TITa3MO/IECM HEM3BECTHBI, W HA CETOHAIIHNN /IeHb MEXaHN3M N3MEeHEeHHs CBONCTB KaHaIa
MaKPOMOJIEKYJTaMI — 3H/IOTEHHBIMI WJIM BUPYCHBIMH — OCTAeTCs 3arajiKoH.

3aKnioueHue

Kaemxu mmoeux mxaneu Xusomuolx, INUMENUATLHUIX U HEINUMETUATOHBLIY,
CONPSIZKEHbL C NOMOULIO KAHAT000PAZYIOUUX COCOUHEHUN, HA3bIGACMBIX WESeEbIMIU
KOHmMaxmam. Imu KoOoHmaxmol umeiom 6uo CKOnJeHull KOHHEKCOHO8, KOMmopule npo-
nYcKaom MoAeKYbl ¢ MOJEKYAAPHOU Maccol, Kax npasuao, menee 1000 darvmon,
u3 00mnoll kaemxu 6 opyeyro. Kaemxu mozym pezyiuposamv npoHuyaemocms smux
coedunenuii. Il]enesvie konmaxmol npedcmasasirom cooou QunamuiecKue CmpyKmypol:
HOBble KOHHEKCOHbL HENPEPbIBHO NPUOLIBAOM K Nepughepuueckol 001acmu CKONIeHUs,
a cmapule KOHHEKCOHbL NOCMOANHO YOANSIOMCsL U3 ee UeHmpd.

Kaemxu, coedunenvie weeavimu KOHMAKMamiL, 00OMEHUBAIOMC MHOZUMU He-
Op2aHuecKuMU UOHAMU U OPY2UMU HEOOTLWUMU MOJEKYIAMU U NOIMOMY S6ASIOMCSL
XUMUMECKU U INEKMPUUECKU COnpsikennvimu. [llenesvie konmaxmol uzpaiom 6ax-
HY10 PoSb 8 KOOPOUHAUUU 0essimebHOCMU 8030 YOUMBIX U HeB030YOUMBIX KJIeMOK.
Y pacmenuii knemxu ces3anvl KOMMYHUKAUUOHHBIMU COCOUHEHUSIMU, HAZLIBACMBIMU
naasmodecmamu. Hecmomps na mo umo ux cmpykmypa we umeem Huuezo oOu,ezo
CO cmpoenueMm wee6020 KOHMAKma, a MaKkpoMOMOLEKYbl MO2YMm uH020d NPOXo0Umb
uepes NAA3MO0ecMol, PYHKUUU NAA3MOOECH U WENe8bIX KOHMAKMOS cognadarm: oba
6U0A KOHMAKMOS NPONYCKAIOM HUSKOMOJEKYAAPHBIE COCOUHEHUS U He 0atom OONbUUM
MOJEKYAAM NPOXOOUMb U3 KIEMKU 6 KIAEeMKY.

19.4. basanbHaa membpaHa

TraHM cOCTOAT HE TOIBKO U3 KIAETOK. YacTh nx Oé’beMa, 1 mHoraa JOBOJIbHO 3HAYM-
TeJbHYIO, 3aHUMAECT MEKKIEMOUHOE NPOCMPAHCNE0, TPOHN3aHHOE 3aMBICJIOBATOM CETHIO
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MaKPOMOJIEKYJI, COCTABJISIIONIX BHEKICOUNbIL Mampukc. B coctaB aTOro Marpukca
BXO/ISIT pas3jindtble GEIKU U TOJUCAXapu/ibl, 0ObeIMHEHHbIE B OPraHU30BAHHYIO STUYEH-
CTYIO CTPYKTYPY. DTH KOMIIOHEHTBI BEIPAOAThIBAIOTCS KJIETKAMU, TIOBEPXHOCTU KOTOPHIX
BCTYIAIOT C HUMU B TECHBIN KOHTAKT.

B mammix rerax Matpukce HanGosee XOPOIIO BhIPAYKEH B COEIMHUTEIbHBIX TKAHSIX,
TAKUX KaK KOCTHAsI TKAHb, CYXOKUJIUS U JIepMa, B CHJIY Yero 9T TKAHW 3aHUMAIOT 3Ha-
YnTENIbHBIA 00beM. OIHAKO eC/I B3SITh JKUBOTHBIX BOOOIIE, TO C 9BOIIOIMOHHON TOUKN
3penusa (XOTb 5TO U HE CTOJIb OYEBUIHO) 0COO0E MOJIOKEHHIE 3aHNMAET BHEKJICTOYHbIA
mMartpukc, ¢hopMupyouii 6a3ajabHyi0 MeMOpaHy. JTa YpPe3BbIYAWHO TOHKasI, TIOTHAs
u ruOKast IJIACTHHKA, 00Pa30BaHHAs MOJIEKYJIaMI MAaTPUKCA, TIPEJICTABJISIET COOOI, TI0 Cy-
ntectBy, pynaament snuresusi. He 3aHuMast MHOTO MeCTa, OHA UTPAET IPUHIUITAATBHY IO
poJib B nojyiepskanun hopmbl tesia. Hapsity ¢ kKajarepunamu, Haaudue aToil CrpyKTYpbI,
CY/ISl 110 BCEMY, SIBJISIETCSI OJIHOI M3 OIPE/EJISIONIUX XapaKTEPUCTUK, TPUCYIIUX BCEM
MHOT'OKJIETOUHBIM KUBOTHBIM. /Ipyrue (hopMbl MHOTOKJIETOUHOTO MaTPUKCA B rOPas/io
6OoJIbIIIel CTENeHn M3MEHSIIOTCS. OT OJIHOIO THIIA KUBOTHOIO I[APCTBA K JIPYroMy, Kak
[0 COCTaBY, TaK U MO PACHPOCTPAHEHHOCTH.

B stom pasnesnie Mbl o6cy M cTpoenue caMoil 6asasiboit MeMGpanbl. B ciemyio-
IeM paszesie Mbl PACCMOTPHM, KaK SIHUTEIHAJbHbIE KJAETKH W OasajabHas MeMOpaHa
B3aMMO/IEUCTBYIOT JIPYT C PYTOM M KAKyIO POJib B 9TOM UTPAIOT UHTEIPUHDI, CHISIIIE
B MeMOpaHax 3MUTEIHAIbHBIX KJIeTOK. KpoMe Toro, Mbl YBU/MM, YTO MHTETPUHbBI TAK-
JKe TIPUCYTCTBYIOT U B KJIETKAX JPYTUX TUIOB U TaM OIOCPEILYIOT UX B3aUMO/IEHCTBUE
C Pa3JINYHBbIMU THIIAMY BHEKJIETOYHOIO MATPUKCA COEJIMHUTENbHBIX TKaHel. I (POopMbI
BHEKJIETOYHOTO MATPUKCA MbI TOAPOOHO 00CY/IUM HIKE.

19.4.1. basanbHble MeM6paHbl BbICTUIAIOT BCE BUAbI SNUTENUS,
a TaK)Xe OKpY»KaloT HeKOTOopble HesnuTennanabHble KNeTkn

Tosmuaa 6a3anbHON MeMOpaHbl COCTaBJIsIeT, Kak mpasuio, ot 40 g0 120 um. Ba-
3a/ibHasi MeMOpaHa He TOJIbKO MOJCTHJIAET BCE SIUTEINN, HO TAKKE OKPYIKAET OT/IE/IbHbIE
MbIIII€YHbIE KJIETKH, KJIETKU KUPOBON TKaHK U IIBAHHOBCKME KJIeTKH (KoTopbie (hopMu-
PYIOT MHUEJIMH, HaMaTbIBAasCh Ha aKCOH HEPBHOIT KaeTkn). TakuM o6pas3oM, GasanbHas
MeMOpaHa OT/eJISIeT 3T KJIETKU U SIMUTEINN OT JIesKaIlel 110/] HUMU UK OKPY’Katolei
UX COEJIMHUTEIbHON TKAHU, a TAKKe YCTAHABJINBAET MEXAHUYECKYIO CBSI3b MEK/Y HUMHU.
B mpyrux mMecrax, HarpuMep B IOYEUHBIX KIyGouKax, GasaibHasi MeMOpaHa PacIioJiaraer-
¢S MEXK/LY JIBYMsI ILJIaCTaMU KJIETOK U JIefiCTBYeT Kak ceJieKTUBHbI (hunbTp (puc. 19.39).
O/tHaKO 3TUMU JIByMsI TIPOCTHIME (DYHKIUSIMU — CTPYKTYPHOI M CEIEKTHBHON — POJIb
GaszasibHOIT MeMOpaHbI He orpaHndnBaetcst. OHa MOKET ONPE/IEJISITD MOJISIPHOCTD KJIETOK,
BJIUSITH HA KJIETOUYHBIM METa00/In3M, YHOPSAA0UYNBaTh GEJIKK B IIPUJIEraloInX K HEll KJie-
TOYHBIX MeMOpaHaX, ClOCOOCTBOBATb BbKUBAHUIO, IIposindepaliin KiIeTok, ux audde-
PEHIIUPOBKE U CJYKUTDb «MAruCTPAJIbIO»> MIPH TIEPEMENEHNI MUTPUPYIOIINX KJIETOK.

TeMm He MeHee, ee MexaHUYeCKasl POJib OUeHb BaskHa. Hanpumep, B KOKe CTaOu/Ib-
HOCTDb BHEIITHETO SMUTEIUATBHOTO CJI0s, SIMUIEPMICA, 3aBUCUT OT IPOYHOCTH (Ga3aibHON
MeMOpaHbl, NPUKPEILISIONIEN ero K COeJIMHUTEbHON TKaHU — JjepMe. Y JIoJIel ¢ reHe-
THYECKUME HAPYIIEHUSIMU, 3aTPAruBAIONIMMU HEKOTOPbIe Gesiki 6a3aibHOM MeMOPaHbI
JinGO 0COOBIH THIT KOJLTareHa, IPUKPEILISIONIero 6a3aibHy0 MeMOPaHy K HOICTHJIAIOIIEN
ee COeIMHNTETbHOI TKaHU, SIMAEPMUC OTIE/ISETCS OT AEPMbI. ITO BbI3bIBAaeT OYJLI€3HbIA
3MHUIEPMOJIN3, WU My3bIPYATKY, XaPAKTEPUIYIOILYIOCS TOSIBJIEHIEM BOJIIIBIPEN HA KOKe
U BBI3BIBAIOIIYIO TSIKEJIOE M MHOT/A CMEPTEJILHO OITACHOE COCTOSIHME.,
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MbILLILA SMUTENNN MOYEYHbIN KITYBOYEK
6asanbHasi Coe'qMHMTerT'i:aﬂ MONOCTb N BHELHAA 3HOoTENnanbHas Knetka
mMembpaHa MNMOBEPXHOCTb KPOBb
MOYA
anuTenuanbHas 6asanbHas

coefuHUTenNbHas GasanbHas knetka membpaHa

nnasmaruyeckas membpaHa TKaHb membpaHa

MbILLUEYHOW KINETKN
Puc. 19.39. Tpu cnocoba opraHusauum naasmatmuecko membpaHbl. basanbHaa naacTMHKa (nokasaHa
JKeNTbIM) OKpY»KaeT HEKOTOpbIe KNETKM (Hanprmep, KNeTKM CKENETHOM MblLLLLbI), NOACTUAAET SNUTENNIA U pas-
OenseT ABa KNEeTOYHbIX NAacTa (Kak B noyeyHom Kaybouke). ObpaTuTe BHUMAHUE, YTO B MOCAEAHEM CyYae
MeX Ay KneTkaMu 060MX NIACTOB MMEKOTCA MPOMENKYTKU. B 3TUX NpoMerKyTKax HaxoaAaTcs ocobble 6enkoBble
CTPYKTYpbl — LWenesble Anadparmbl; OHM Y4aCTBYIOT B OTCEMBAHUMN MOJIEKY/, MEPEXOAALLMX U3 KPOBU B MOUY.
Cama no cebe 6asanbHas MembpaHa NPU 3TOM TOXKE BbINONHAET KaK GYHKLMIO MeXaHUYECKON NOAAEPIKKM,
TaK n GyHKUMIO dunbTpa.

19.4.2. JTaMNHNH — OCHOBHOW KOMMOHEHT 6a3anbHoi MemMm6paHbl

BasanbHast MeMOpaHa CHHTE3UPYETCS KJIEeTKaMHU, PACIoaralonuMucs mo o6e cro-
POHBI OT Hee: JNUTENUATbHBbIE KJIETKH BbIPA0aThIBAIOT OJHK KOMIIOHEHTBbI GasajibHOM
MeMOPaHbl, a KJIETKHU MOICTUIAIONIEH COe[MHUTETbHON TKaH (Ui CIMPOMbL, UTO B TIEepe-
BOJIE C TPEYECKOro 03Hauaet «neputay) — apyrue (puc. 19.40). Ilogo6HO ApyruM BrIaM
BHEKJIETOYHOTO MaTpUKca, GasaibHast MeMOpaHa COCTOUT U3 BHEKJIETOYHBIX MAKPOMOJIEKY.JT
JBYX OCHOBHBIX KJaccoB: (1) puOpuinapabix 6enkos (Kak npaBuiio, TJIMKOIPOTENHOB,
CBSA3aHHBIX C KOPOTKMMHM OJIMTOCAXapHAHBIMU Iternoukamu) u (2) mosmcaxapuaHbix
nenouek — zaukosamunoziuxanoé (GAGs), KOTopble 0ObIMHO KOBAJEHTHO CBSI3aHBI
CO CReUuaIbHbIMu OelKaMU, KOTOPbIE HAa3bIBAIOT «KGpoBbIMU» (0T «core proteins»),
dbopmupyst npomeozauxanvr (puc. 19.41). UyTb 1035Ke Mbl PACCMOTPUM ITH B 06~
IIUPHBIX KJIacca MOJIEKYJ MaTprKkca GoJee moApo6Ho. Ceityac ke OHM BayKHbI HaM Kak
KOMIIOHEHTbI 6a3aJIbHON MEMOPAHDI.

XOoTg TOYHbBIN COCTaB
3pesoit 6a3aabHON MeM-
OpaHbl pa3InieH B PAa3HbIX
TKaHSAX M JIasKe Ha PasHbIX

anuTenuanbHble Puc. 19.40. bazanbHasa membpaHa
KNeTKn pOroBuLbl KYyPUHOrO 3apoAbiLla.
MukpodoTorpadua, nonyye-
Haf C NOMOLLBIO CKaHWUPYIOLLErO
3/1eKTPOHHOTO MUKpPOCKONa. YacTb
3MUTENIMANIbHbIX KNETOK YAa/EHa,
4TObbl NOKa3aTb BEPXHIOK MO-
BEepPXHOCTb 6a3anbHON membpa-
Hbl. C HUXHeN NoBEepXHOCTbIO
KonnareH MembpaHbl B3auMmopaencTsyeT
ryctas ceTb KonsnareHoBbIX ¢u-

6punn. (C ntobesHoro paspetle-

10 MKm Hua Robert Trelstad.)

6azanbHas
MembpaHa
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NaMUHUH nepnekaH

konnareH IV tTuna

HUOoreH rmanypoHoBas
Kucnorta

PUBPUNNSAPHLIA KonnareH AEKOpUH

PMBPOHEKTUH arrpekaH
100 HMm

Puc. 19.41. Paamepbl 1 $OpMbl OCHOBHbIX MAaKPOMOJIEKYN BHEKNETOYHOrO MaTpuKca. besku nokasaHbl
3e/1eHbIM, NPOTEONIMKAHbI — KPACHbIM.

Y4YaCTKaX OJIHOIT U TOIT ke MeMOPaHbI, OHA, KaK TIPABUJIO, COAEPKUT TJIMKOTIPOTEMHDI JdMU-
Hun, Koanazen IV muna w nudoeen, a Takye NPOTEOrJIMKaH nepekan. Hapsay ¢ atumu
KJIIOUEBBIMU KOMITOHEHTAMH, ITPEJICTABJIEHHBIMI B 6a3a/IbHbIX MeMOpaHaX MPaKTHYECKH
BCEX JKMBOTHBIX, OT M€Jly3 JI0 MJIEKOITUTAIONINX, MHOTHE JPYTHe MOJIEKYJIbl 3aCTPEBAIOT
B sueiikax 6a3aabHOi MeMOPaHbI MO0 OKA3bIBAIOTCS TPOYHO C Hell cBst3aHHbiME. Cpean HuX
koswtared XVIIT (HeoObIMHbIN MpeACTaBUTENb KOJIIAreHOBOTO ceMeiicTBa, (hopMUPY 0NN
KOPOBBIN GENOK OHOTO M3 MPOTEOrIMKAHOB) 1 (pUOPOHEKTHH — (PUOPHILISPHBIIT GeJIOK,
UTPAIOIIIT BASKHYIO POJIb B CIIETJIEHUH KJIETOK COEIMHNUTETbHON TKAHU C MaTPUKCOM.
Cunuraior, 4TOo JAMUHUH SBJSETCS TEPBUYHBIM OPraHU3YIOIUM KOMIOHEHTOM
CTPYKTYPbI MeMOPaHbI, 1 Ha PAHHUX CTA/USAX Pa3BuTus 6azajibHas MeMOpaHa COCTOUT
B OCHOBHOM U3 MOJIEKY.JT JaMuHnHA. JIamuuuH-1 (KaccuiecKuil TaMiHIH ) TIPEICTABIISIET
cob6oit 6oJibIol, THOKNIT GETOK, COCTOSIIUN 13 TPEX OYeHb JAJUHHBIX MOJUIENTHIHbIX
neneii (o, B ¥ y), CKPENIEHHbIX AUCYIb(MUIHBIMU CBA3SIMU 1 PACTIOJIOKEHHBIX TaK, YTO
BCSI KOHCTPYKIIUS HANIOMHHAET OYKET U3 TPeX I[BETKOB, CTEOJM KOTOPBIX Y OCHOBAHUS
OGBUTBI JPYT BOKPYT Apyra, a OyTOHbI CMOTPSAT B pasHbie cTtoponbl (puc. 19.42). Itn
reTepoTpuMepbl MOTYT i Vit¥0 CIIOHTAHHO 06PA30BBIBATH CETh, B OCHOBHOM OJiarojiapsi
B3aMMO/IENICTBUSIM CBOUX T'OJIOBOK, OJIHAKO, JIJISl TOTO YTOObI CETh MPUHSIA TPABUJIbHYIO
dopmy macta, HEOOXOAMM KOHTAKT ¢ KJaeTKaMu. 1IOCKOMbKY Y KasKIoil 11ern MOKeT
ObITb HECKOJIbKO M30(DOPM U OHU MOTYT OOBEJMHSITHCS B PA3JMYHBIX COYETAHUSX, TO
MOKET ObITh MHOTO Pa3HbIX JIAMUHUHOB, ¥ CBOICTBA TakMX Ga3ajbHbIX MeMOGpaH Oy/IyT
orsmyarbesi. OHAKO Tienb JaMUHIHA -1 BXOJIUT B cOCTaB GOJILIIMHCTBA reTepoTpuMe-
POB JIAMMHUWHA; MBIIIM, Y KOTOPBIX OTCYTCTBYET 3Ta IIelb, MOrubaioT elie B MPOoIecce
AMOpHUOreHe3a, TIOCKOJIbKY He MOTyT cpopMupoBaTh 6a3aibHYI0 MEMOpaHY.

19.4.3. KonnareH IV Tuna npugaer 6asanbHoit Memb6paHe NPOYHOCTb
Ha pa3spbiB

Kosnaren IV Tuma, BTOpOIi BasKHbBII KOMIIOHEHT 3peJioil 6a3aibHOl MeMOpPaHbI,
TaKJKe CYIIECTBYET B HECKOJIBKIX M30(opMax. Tak ke Kak 1 pubpuiispHvle Koidzenbl,
TIPE/ICTABJISIONINE GETKOBYIO COCTABIISIONIYIO COETMHUTETBHON TKAHW, HATIPIMED KOCTeH
u cyxoxuanii (M. gamee), MOJEKyJIbl KosareHa IV THIa cocToAT M3 TPeX OTAeNbHO
CUHTE3UPYEMBIX JIIMHHBIX OETKOBBIX IETell, 3aKPyUeHHBIX B CYTEPCTUPaTb TOI06HO
kanary. OJIHAKO OTJIMYKME UX COCTOUT B TOM, YTO UX TPONHAS CIIUPAJbHAS CTPYKTypa
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camocbopka ’,\IHZ
— B-uenb VHTErpuHbI
cynepcnmparbHbIn y4acToK
a-Lernb T |
H,N - [AUCTPOrIvKaH
HUOOreH
VHTErpUHbI y-uens neprekaH
| 20 HM
NH
camoc6opka 2

Puc. 19.42. CTpyKTypa amMmUHUHA. Ha pucyHKe (a) npeg-
CTaB/ieHbl Cy6beanHULbI MONEKY/bl NaMUHUHA-1; HeKo-
TOpble M3 CAlTOB CBA3bIBAHUA C APYTVMWU MONEKyNaMu
OTMEUYEHbI KeNTbiMU CTPeNKamu. JTaMUHWH NpeacTaBns-
eT coboli My/NbTUAOMEHHbIV [JIMKOMPOTENH, COCTOSILLMNN
u3 Tpex noamnenTuaos (o, B v y), cBA3aHHbIX Aucynbdua-
HbIMM MOCTMKaMK Hanogobme HeCMMMETPUYHOTO KpecTa.
[OAvHa Kaxaon noannenTUAHOW LEenoYKM cocTaBaseT
6onee 1500 aMMHOKMCNOTHBIX OCTaTKOB. M3BeCcTHO NATb
6) 100 HM TUMNOB OL-Lienei, Tpu Tvna B-uenei 1 Tpu TMNa y-Luenew.
TeopeTnyeckn 3 HUX MOMKHO COCTaBUTb 45 Pas/IUHbIX U30-
dopm namuHuHa. Ha ceroaHAWHUIN MOMEHT A4OCTOBEPHO
0B6HapyKEHO HECKO/IbKO U3 HUX, M B Pa3/IMYHbIX TKAHAX OHWU MpeACcTaB/eHbl No-pasHoMy. brarogaps csoelt
CMocoBHOCTM CBA3bIBATLCA C APYTMMMU MONIEKYIAMM, TAMUHWUH BO MHOTOM ONpesensieT yCTPpoCcTBO 6a3abHbIX
MembpaH 1 CrnocobCTBYET UX MPUKPENIEHUIO K KNeTKaM. 6) DNeKTPOoHHble MUKpodoTorpadum monekyn na-
MMHUHA, NONYYEHHbIE METOAOM HanblaeHus naatnuHon. (6 — u3 J.Engel et al., J. Mol. Biol. 150: 97-120, 1981.
C paspeweHusa nsgatenscrsa Academic Press.)

Ha GoJiee YeM JBAJIATH y4acTKaX NpepbIiBaercs, obecreynBasi THOKOCTb. MOJEKyJIbl
kosutarera IV Tuna B3anMOZIEHiCTBYIOT CBOMMU KOHIIEBBIMU JIOMEHaMM, 06pa3ys B MeK-
KJIETOYHOM ITPOCTPAHCTBE TMOKYIO BOMIOKO0OPasHylo ceTb. TakuM o6pa3oM, KosiareH
IV tuna npuzgaer npoyHOCTb HA Pa3pbiB.

Ho xak cetn, o6pazoBanHble JAMUHMHOM W KoJitareHoM [V Tumna, cBsi3aHbl ApyT
C IPYTOM ¥ C TIOBEPXHOCTBIO KJIETOK, MPUMBIKAIONNX K 6a3anbHoit MemGpane? [louemy
oHn (OPMUPYIOT JIBYMEPHBIH TTACT, a HE TPEXMEPHBIH Tefb? MoJseKyabl JJaMUHIHA
MMEIOT HECKOJIbKO (PYHKITMOHAJILHBIX JIOMEHOB, BKJIOYAs JOMEH, CBS3BIBAIOINIMII TTPO-
TEOTJTMKAH TIepJIeKaH, KOTOPbBIH, B CBOIO OYEPE/b, CBSA3LIBAETCA C GEJKOM HUIOTEHOM,
a TakKe /Ba WM 6ojiee JIOMEHA, CBA3BIBAIONIUXCS ¢ GesJKaMu peIenTopa JaMUHUHA
Ha moBepXHOCTH KJeTok. Kosmaren IV Tuma takske mMeeT JOMEHBI, CBS3bIBAIOIINECS
C HUJIOTEHOM W TiepsekaHoM. [loatoMy cumraercsi, 4To HUIOTEH W TEpJIeKaH CJIyKaT
JIMTHKEPaMH, COeIMHSIONNMHI ceTH, 06pa30oBaHHbIe JAMUHIHOM 1 KoJiiareHoM 1V tuma,
KOr/ia JJaMUHUH 3aHuMaer cBoe Mecto (puc. 19.43).

MouiekyJibl TaMIHIHA, 00pa3yioline HAyalbHYIO TJIOCKYI0 CTPYKTYpY, CHavaja
COETMHSIOTCS IPYT € APYTOM, Gy Iy4ur CBSI3AaHHBIMU C PETIENTOPAMK Ha TOBEPXHOCTH KJIe-



19.4. ba3anbHaAa membpaHa 1791

a)

HUZoreH
nepnekaH
6)
KomnnareH NaMUHNH
/ IV tuna \
konnareH IV Tuna
nepnekax HugoreH

nnasmartnyeckasa MeM6paHa
JTAMUHUH WHTErpuvH

Puc. 19.43. CoBpemeHHasa MogeNb MOJIEKYNIAPHOM CTPYKTYpbl 6a3anbHoi membpaHbl. B cbopke 6asanbHoi
membpaHbl (a) 60/1bLLYIO POb UTPatoT cneundryeckme B3anMoaencTBna Mexay Mosiekynamm 6eKoB (6): B HUX
YYaCTBYIOT AMUHUH, KonnareH IV TMna, HUAOTeH, a Tak:Ke NPOoTeorIMKaH nepaekaH. Ha pucyHke (6) ctpenku
COeaMHAIT MONEKY/bI, CNOCOBHbIE CBA3bIBATLCA APYr € APYrom Hanpamyto. KonnareH IV TMna U naMUHUH
CYLLECTBYIOT B Pa3INyHbIX n30dpopmax, HEOAMHAKOBO pacrpeseneHHbIX Mo TKaHAM opraHuama. CuutaeTcs,
YTO TPAHCMeMbBpPaHHble PeLenTopbl JAMUHUHA (MIHTEIPUH U AUCTPOI/IMKAH) y4acTBYHOT B cbopKe 6a3anbHoWM
MeMbpaHbl; Ha PUCYHKe MOoKasaHbl ToNbKo MHTerpuHbl. (Mo H. Colognato and P.D.Yurchenco, Dev. Dyn. 218:
213-234, 2000. C paspeleHus nsgatenscrea Wiley-Liss.)

TOK, KOTOPBIE UX BBIPAOATHIBAIOT. ITU PELENTOPHI ObIBAIOT HECKOIBKUX BH/IOB. MHOTHE
U3 HUX SIBJISIIOTCSI TIPEICTABUTENISIMEI CEMENCTBA MHTEIPUHOB; [IPYTUM BaXKHBIM THUIIOM
JIAMUHUHOBBIX PELENTOPOB SIBJSIETCST QUCMPOZAUKAH — TIPOTEOININKAH, Yeil KOPOBbIil
GeJIOK IPOHM3bIBAET MeMOpaHy, a IJIMKO3aMUHOIJIMKAHOBBIE IOJINCAXAPU/IHbIE IIENN
HAXO/SATCST BO BHEKJIETOYHOM IPOCTPaHCTBe. Bce aTn perentopbl co3aioT CTPyKTypy
GasasibHOIT MeMOpaHbl: OHHM (DUKCHPYIOT OCHOBAHUSI MOJIEKYJ JIAMUHUHA, B TO BpPeEMs
KaK TOJIOBKM JIAMUHIHOB MOTYT B3aHMO/IEHCTBOBATH, (DOPMUPYSI JABYMEPHYIO CETh. JTa
JIAMIHIHOBASI CETh, MO-BH/MMOMY, KOOPJAUHUPYET CBS3bIBAHIE OCTAIBHBIX KOMIIOHEHTOB
6a3ayIbHOI MEMOPAHBI.

19.4.4. basanbHble MeMbGpaHbl BbINONHAIOT pasHoO6pa3Hble PyHKLUN

Kax MbI ynmoMuHa/M, B MOYEYHBIX KJAYyOOUKAaX HEOOBIYHO ToJICTasg 6Ga3aibHas MEM-
OpaHa CJIy’KUT OJIHUM M3 CJOEB MOJEKYJISPHOrO (DUJILTPA, TOMOTast TPEeJOTBPATUTD
[POHUKHOBEHHE MAaKpPOMOJIEKy/l u3 Kposu B Mouy (cM. puc. 19.39). Ilo-Buaumomy,
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[IPOTEOTJINKAHBI 6a3a/IbHON MEMOPAHBI UTPAIOT B 3TOM GOJIBIIYIO POJIb: €CJIU C OMOIIIBIO
crierayibHOro hepMeHTa yaauTh UX [JIMKO3aMUHOIJINKAHOBbIE [IEIIOYKH, CEJIEKTUBHBIE
cBoiicTBa MeMOpaHbl OyyT HapylleHbl. B aToM Tak:ke ydacTByer KosuiareH IV ruma:
B CJIy4ae HACJEACTBEHHOro 3abosieBaHust mouek y uenoseka (cumdpom Anvnopma),
MyTaluu B reHax KoJsuiarena [V Tuia npuBojsT K HEPABHOMEPHOMY YTOJIIIEHUIO U JIUC-
(yukiun rinomepyssipaoro dhusbrpa. Myraruu, 3arparuBaioiiue JaMUHIH, TaKyKe Ha-
pymaoT QYHKIUIO MOYeYHOTO (DUITHTPA, HO TO-APYTOMY: OHU TIPEMSATCTBYIOT HOPMAJILHOM
b depeHTIPOBKe MPUMBIKAIOINX K (DIIBTPY KJIETOK.

baszanbhasi MemMOpana MOKET, KPOME TOTO, CJYKUTb CEJEKTUBHBIM GapbepoM
JUISL TiepeMeniaionmxcs Kietok. Hanpumep, mMeMmOpana, MOJCTUJIAIONIAS AITUTEIHIA,
Kak npaBujio, He jaer ¢pubpobiaactaM COeJIMHUTEbHON TKAHU YCTaHABIMBATD KOHTAKT
C AMUTENNAIbHbIME KieTKaMu. OIHAKO OHA He TIPETSITCTBYET MPOXOMKIEHUIO Yepe3 Hee
Makpodaros, JuMMOIMTOB U HEPBHBIX OTPOCTKOB; IIPU 9TOM HCIOJB3YIOTCS CIEIH-
aJIbHbIE [IPOTEa3bl, BbIPE3AIOIINE IPOXO/HbIE OTBepcTusi. BasaibHas MeMOpaHa Tak:Ke
YUacTBYeT B IIPOIECCAX PereHepaliy TKaHU 10C/Ie TIOBPEKAeHs . Ec/u KIeTKI TKaH!,
6y/ib TO MbIIIEYHbIE, HEPBHBIE UK AIUTEIHAJbHBIE KIETKHU, TOBPEXIAIOTCS OO YHU-
YTOKAIOTCS, TO GazajibHasi MeMOPaHa YacTo HMPOIoJ/KaeT (DYHKIIMOHUPOBATh U CJIYSKUT
OCTOBOM, TI0 KOTOPOMY MOT'YT MUTPHPOBATH KJIETKH, YU4aCTBYIOIINE B pereHepaiyi. Takium
CII0cO00M apXUTEKTyPa TKAHKU ObICTPO BOCCTAHABJIMBAETCS.

[TpezcraBser ocoObiil MHTEPEC POJIb 6a3aabHON MEMOPAHbI B pereHepalini HepEeHO-
MbLULEUHOZ0 COEOUHEHUSL, TO €CTb CUHATICA, COEIMHSIIONIEr0 HEPBHOE OKOHYAHNE MOTOPHOTO
HEliPoHA €O CKeJIETHO-MbIeuHol KaeTkoil (eM. rmaBy 11). ¥V no3BoHOUHBIX GasajibHast
MeMOpaHa, OKPYIKAIOIAsi MbIIIIEYHbIE KJIETKH, Pa3/lesisier IasMaTuieckue MeMOpaHbl
MBIIIEYHON ¥ HEPBHOU KJIETOK B cHHAaIice; 6a3asibHas MeMOpaHa B 00JIacTi CHHAIICA UMe-
eT JPyroil XMMHUYECKHil COCTaB, BKJIOUAOIM 0coOble u3odopmbl Kostarena 1V tuma
1 JIAMUHIHA, a TaKKe TPOTEOTJINKAH dzpuH.

BazasbHasg MeMOpaHa Wrpaer MeHTPAIbHYIO POJIb TIPH BOCCTAHOBJICHUU CHHATICA
1I0CJIe TIOBPEK/IEHIST HEPBA WJIM MbIIIIbl. EC/M MbIIIa JATYIIKE U HHHEPBUPYIOIINIT
ee JIBUTATEJbHBII HEPB MOBPEXKIAIOTCS, TO Ga3ajbHble MeMOPAHbI BOKPYT KaXKIOI
MBIIIEYHON KJIETKU OCTAIOTCS HETPOHYTHIMU, U YYACTKHU MPEKHUX HEPBHO-MBIIIEYHBIX
COeIMHEHNI MOYKHO PACIo3HaTh. ECIN MO3BOUTD ABUraTeIbHOMY HepBY (HO HE MbII-
11e) PereHepupoBaTh, TO aKCOHbI HEPBHBIX KJIETOK HAYMHAIOT MCKATh MECTa IIPEKHUX
cuHarcoB Ha 6azanbHoi MeMOpate, 1 1uddepeHIUPYIOTCs B 9TUX YUacTKaX, puodperast
BU/I HOPMAJIbHBIX HEPBHBIX OKoHuyanuil. TakuM oGpasoM, cama GasajibHas MeMOpaHa
MOJKET HAIPABJISATD IIPOIECC PEreHepalni OKOHYAHUN J[BUTATEJIbHOTO HEPBA.

[Too6HbIe SKCIIEPUMEHTDI TOKA3BIBAIOT, YTO (GasajibHasi MEMOPAHA TAKIKE BJIMUSIET
HA JIOKQJIM3AINIO AlleTIIXOJUHOBBIX PEIENTOPOB, KOTOPbIE COCPEAOTAYNBAIOTCS B TLIA3-
MATUYECKOU MeMOpaHe MBIIIEYHO KJIETKUA B 00JIACTH HEPBHO-MBIIIIEYHOTO COEJIUHEHUSI.
Ecyin noBpesx/ieHbl 1 MBI, ¥ HEPB, & PEreHEPUPOBATH MOKET TOJIBKO MBIIIIA, TO
AlleTUJIXOJITHOBbBIE PEIENTOPbI, CUHTE3UPYEMbIE PEreHEePUPOBABIIEN MBIIIEYHON KJeT-
KOIl, JIOKAJIM3YIOTCS TPEUMYIIECTBEHHO B OOJIACTH MPEKHUX KOHTAKTOB, Ja’kKe eCJu
no6iusoctu Her HepBa (puc. 19.44). Takum o6pasoM, coeinHuTeNbHAS GasaibHas
MeMGpaHa, HECOMHEHHO, KOOPIMHUPYET IPOCTPAHCTBEHHOE PACIIOJIOKEHNE KOMIIOHEHTOB
JIBYX KJETOK, (pOPMUPYIOIINX HEPBHO-MBIIIIEYHOE coeuterne. Hekotopbie MOJIEKYJIbl,
yuactByiolue B 31oM, ujaentuduimpoanbl. HampuMep, akcoHbl MOTOPHBIX HEHPOHOB
HAKaIJIMBAIOT arpuH B COEIMHUTENbHON (asajibHON MeMOpane, T/e OH Peryjaupyer
AKKYMYJISIMIO AlleTUIXOJUHOBBIX PEIENTOPOB U JIPYruX OGEJKOB B ILIa3MaTHYECKOM
MeMOpaHe MbIIEYHON KJIETKH B 00JIaCTH CoequmHeHnst. MpbliedHble KIeTK, Hao60poT,
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ocTaTouHas PEFEHEPVPOBABLLNI
6asanbHas HEPB \
mMembpaHa
\ (_V HepB nocrne
nepepesaxHne pereHepauum
HepBa coefuHuTenbHas obpasyeT cuHanc
paccedeHne _ GasarnbHas B NpeXHeM MecTe
MbILLEYHOW KNETKM, mewmbpaHa
npusoasLiee \ _ —<
K ee JereHepaumm HepBHo-
MbILLIEYHbIN
KOHTaKT
HOBble
aLeTUNXONMUHOBbLIE
~—— ~ peuenTopbi
KOHLIEHTPUpYHOTCS
OETEHEPVPOBABLUVE PEFEHEPVPOBABLLASA Ha MEeCcTe NPexXHero
MBILILIA 1 HEPB MBILLEYHAS KIETKA cuHanca

Puc. 19.44. SKcnepumeHTbI NO pereHepaLum, 4eMOHCTPUpPYOLLMe 0CO6EHHOCTM YCTPOICTBA COeAUHUTENBHOM
6a3anbHoO Memb6paHbl B 06/1aCTM HEPBHO-MbILLEYHOrO KOHTAaKTa. Mpu pereHepaumy HepBa (HO He MblLLbl)
rioc/ie ero nNoBpexaeHNUs (88epxy) coeanHatoLan 6asanbHaa membpaHa Hanpas/iseT BOCCTaHaB/MBaloLLLeecA
HepBHOE OKOHYaHME K NPEeXKHe TouKe cuHarca. Ecnm ke, Ha0bopOT, pereHepupyeT MblLILA, @ He HepB (8HU3Y), TO
6a3anbHasa MeMbpaHa 3acTaBNAET HOBbIE ALLETUIXO/IMHOBbIE PELLENTOPbI CKAM/IMBATLCA B MPEXKHEN TOUKE KOHTaK-
Ta. MblLWLa pereHepupyeT U3 CaTeNIUTHBIX KNETOK (CM. r1aBy 23), HaxoAALLMXCA MexXay 6a3anbHO mMembpaHoit
1 NOBPEXAEHHOMN MbILLEYHOW KNETKOM (He MOKa3aHbl). 3TV SKCNePUMEHTbI AEMOHCTPUPYIOT, YTO COeAMHAOLLAA
6a3asibHasa membpaHa KOHTPOIMPYET JIOKAN3aLLMI0 KOMMOHEHTOB CMHarca No obe ee CTOPOHbI.

HAKATUIMBAIOT B COEAMHUTENBHON GaszanibHON MeMOpane 0coObie M30(hOPMbI JTAMUHIHA.
Hexoropble jaHHbie CBUAETETBCTBYIOT O TOM, YTO 3TH MOJIEKYJIbI JAMUHIHA HATIPSIMYIO
CBA3BIBAIOTCA C BHEKJIETOYHBIMU JOMEHAMU [MOTEHIIMATI03aBUCUMbIX KaJIbI[MEBbIX KaHa-
JIOB B IIPECHHANTHYECKON MeMOpaHe HEPBHON KJIETKH, He /laBas UM YUTH U3 00IacTi
cunarca. Kak arpun, tak um cuHantuveckie n30(hOpMbl JIAMUHUHA WIPAIOT BAKHYIO
POoJb Tipu (POPMUPOBAHIK HOPMAJLHOTO HEPBHO-MBIIIEYHOTO coeinHenus. Hapytienus,
3aTparuBarole KOMIOHEHTbI 6a3aIbHBIX MeMOpaH 160 6esiKi, 06ecreynBaloIne Ipu-
KpeTlieHre K Heil MbIIIeYHbIX KJIeTOK B 00JIACTH CUHATIICA, JIEKAT B OCHOBE MHOTHX (hOpM
MBIIIEYHON JAUCTPODUH, TIPU KOTOPBIX MBIl CHAYATA PA3BUBAIOTCST HOPMAJBHO, HO
B TeyeHHe SKU3HU JIereHePUpPYIOT.

3aknueHue

Basanvras membpana npedcmasasiem cod0ti MOHKUI NPOUHBLL CA0U 6HEKIEMOY-
HO20 MAMPUKCA, KOMOPHILL MECHO Npuiezaem K INUMENUI0 Y 6Cex MHOZOKACMOUHbLY
Kueommolx. On maxike OKpyxaem HeKomopbvle KAemKU Opyeux munos, HaAnpumep
Molueunvie. Bce 6asanvivie membpanvl 00pazoeanvl cemvio MOJIEKYJL JAMUHUNA,
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COCOUHEHHBIX CEOUMU OMPOCINKAMU, U YOEPKUBAIOMCSL 8 HENOCPEOCMEEHHOU 6IU30-
cmu om 6aA3aAILHBIX NOBEPXHOCMEN INUMENUATLHBIX KIEMOK € NOMOULHIO UHMEZPUHOE
U Opyzux peuenmopos 6 6A3ANLHOU UACTIU NAAIMAMULECKOU MeMOpanvl. Moaekyivl
Koanazena 1V muna maxxe yuacmeyiom 6 06pa3osanu 3mou cmpyxmypol, 006se0u-
HSSICL 6 NJIOCKYIO SUEUCTNYI0 CeMb, AGASIOUYIOCS BAKHEUUUM KOMNOHEHMOM 6CEX
3peavix 6azanvivix memopan. Koinazenosvle u iamununogvie cemu 6 chopmuposas-
weticsi 6a3anpbHOl MeMOpane ces3amvl NOCPedcmeom Oeaxa nudozena u OOILUOZO
2eNaApancyivbham-cooeprauezo npomeozIuKand nepieKand.

Basanvhvie memOpanoL Cayxam mumenuro Mexanuueckol onopoi; onu ¢hop-
MUPYIOM 2PaHuy Mex0y Inumesuem u COeOUHUMEIbHOU MKAHBIO U CROCOOCMEYIOM
ux cuensenuio dpyz ¢ OpyzoM; OHU GLICIMYNAIOM 6 PO (PUILMPOE 6 NOUKAX, OHU
deticmeyiom Kax 6apvepuvl, YoepKUSAUUE KICMKU HA CBOEM MeCme; OHU GLUSIOM
HA NOASPHOCID KJEMOK U UX OUDDEPEHUUPOBKY; OHU HANPABASION MUZPAUUIO KIETMOK;
MOJEKYIbl, BX00SUUE 6 UX COCMAS, YUACMBYIOM 6 00PA306AHUU MAKUX CLOKHBIX
CMpYKMYp, Kax HepeHo-mvlueutvle cunancol. I1pu nogpexoenuu uiu yHuumoxenuu
KJIEMox 6a3aivHas MemOpand 4acmo OCmaemcs UHMAaKmuot u yuacmeyem 6 npo-
ueccax pezenepayuil.

19.5. HTerpuvHbl N NpUKpenneHne KNeTok K MaTpukcy

Krerku co3maioT BHEKJIETOUHBI MAaTpPUKC, YIOPS/IOYMBAIOT €r0 U Pa3pylIaloT.
Marpukc xe, B CBOIO 0UYepeib, OKa3bIBA€T OTPOMHOE BJINIHIE HA KJIETKHU. JTO BIMSTHIE
niepe/laeTcsi B OCHOBHOM 4epe3 TpaHcMeMOpaHHble GeJIKK KJIEeTOYHOI ajire3uH, JeiCTBY0-
e Kak peyenmopvl MAmpuxkca. ITU PeLenTopbl CBS3bIBAIOT MAaTPHUKC, HaXOSAIINICS
BHE KJIETKH, C BHYTPEHHUM ITUTOCKETIETOM KJIETKU, OTHAKO UX POJb HE CBOJUTCS K TIPO-
CTOMY MeXaHW4YeCKOMY MPHUKPEIIEHN0. Yepe3 HUX KOMIIOHEHTbI MaTPUKCa MOTYT BJIH-
SITh NMPAKTHYECKU HA JIIOOON acCIeKT MOBEJeHNUs] KIeTKU. Perentopbl Marpukca UMeioT
IPUHIMITIATbHOE 3HAYeHNe B 3NUTEINATbHBIX KJIETKAX, YUacTBYS BO B3aMMOIeHICTBUSX
¢ GazayibHOI MeMOPAHOIi; He MEHBINYI0 POJib OHU WIPAIOT BO B3aUMOJENHCTBUU KJIETOK
COEIMHUTEJbHON TKAHU C OKPYKAIOIIUM UX MaTPHUKCOM.

B kauecTBe perentopoB WM KOPEIENTOPOB MOTYT BBICTYHAaTh HECKOJIbKO THUTIOB
MOJIEKY.JI, BKJIIOUAsi TPAaHCMEMOPaHHbIe ITPoTeorinkanbl. OIHAKO OCHOBHBIMU PeLENTOPa-
MW, CBS3BIBAIONIUME B KJIETKAX KMBOTHBLIX GOIBIIYIO YacTh GEJTKOB MAaTPUKCA, ABJISIOTCS
uHTerpunbl. [10/106H0 KajrepuHaM U KJIIOYEBbIM KOMIIOHEHTaM Ga3ajbHOIl MeMOPaHbI,
WHTErPUHBI BXOJAT B YHMBEPCAJIbHBI HAO0P XapaKTEPUCTUK, CBOWCTBEHHBIX BCEM
MHOTOKJIETOYHBIM JKMBOTHBIM. [IpesicTaBuTe i 3TOro 06IMpPHOTro CEMECTBA TOMOJIOT Y-
HBIX TPAHCMEMOPAHHBIX MOJIEKYJI a/['€3Ud MOTYT Tepe/laBaTb CUTHAJ yepe3 MeMOpaHy
B o6oux HampapjeHusgx. CBs3bIBaHMe KOMIIOHEHTAa MaTPUKCA C WHTETPUHOM MOJKET
BOCIIPUHUMATBCSI KAK COOOIIEHIE U3BHE, a B [PYTUX 00CTOSTENbCTBAX U3HYTPU KJIETKU
MOJKET MOCTYIUTh CUTHAJ, KOHTPOJIMPYIOIIMI CBA3bIBaHE MHTErPUHA ¢ MaTprKcoM (1Jim,
B HEKOTOPBIX CAYUYASX, C MOJIEKYJION Ha MOBEPXHOCTU APYTON KJIETKU, KaK Mbl BUIEIN
B C/lyyae CBS3bIBaHUs JIEHKOIUTOB ¢ dHA0TeMoIMTaMu). HanpskeHre Ha WHTErpHHAX
TIO3BOJISIET WM TTPOYHEE 3aXBaTbIBATh BHYTPUKJIECTOYHBIE W BHEKJETOUYHBIE CTPYKTYPDI,
a yMeHbIIIeHUe HANPsKeHus: 0caalJsieT CBsi3b, U3-3a Y€ro CUrHaJbHbIe KOMILIEKCHI TI0
o6e CTOpOHBI MeMOpPaHbI pacraaiorcs. TakuM o6pa3oM, UHTETPUHBI MOTYT HE TOJBKO
CITY>KUTH TIepPeaTINKAMI MEXAHMUECKUX U MOJEKYJISIPHBIX CHUTHAJIOB, HO TaKyKe TIpe-
Bpaliath OJMH CUTHAJ B JAPYroi. biarogapst ucciaeqoBaHusIM CTPYKTYPbI MHTETPUHOB
Mbl HAYMHAEM TIOHMMATb MEXaHU3M UX (PYyHKI[MOHHUPOBAHUSI.



19.5. UHTerpuHbl N NpuKpenneHne KAeTok K maTtpukcy 1795

19.5.1. UHTerpnHbl — TpaHCMeMOpaHHble reTepoanmepbl, CBA3aHHble
C UMTOCKEeNneTom

Ha cerogHsuHmii IeHb N3BECTHO MHOTO Pa3HOBH/IHOCTEIT MHTErprHOB (y YenoBeka
ux 24), 0HaKO BCe OHK MMEIOT e/IMHbIIT IIaH cTpoeHnsi. MoJIeKyJIa HHTEerpiHHa COCTOUT
13 HEKOBAJIEHTHO CBA3aHHBIX TJIMKOMPOTEMHOBBIX CyObheUHNIl, 0603HAYAEMBIX . U 3.
O6e cy6bemHAIbI SBJSIOTCS TPAHCMEMOPAHHBIMI 1 UMEIOT KOPOTKHUI BHYTPUKJIETOU-
HbIil C-KOHIIEBOI JIOMEH U JJIMHHBIN BHEKJIeTOUHbI N-KOHIIeBOIl JoMeH. BHekerounas
4acThb WHTETPUHOBOTO UMEPA CBSA3BIBAETCS CO CHEeNn(IYecKUMI aMIHOKHCIOTHBIMU
TMOCJIEIOBATEIBHOCTAMI GEJIKOB MaTPUKCA, HalpuMep JiaMUHUHA Wil (PUOPOHEKTHHA,
6o, B HEKOTOPBIX CJy4asX, C MOJEKyJaMi Ha TMOBEPXHOCTH JPYTMX KJETOK. BHy-
TPUKJIETOYHDIE JIOMEHDBI CBSI3aHBI C IINTOCKEJETOM C TIOMOIIBIO HECKOJIbKIX OEJKOB,
00pPa3yIoNnX KOMILJIEKC.

Bce 24 dopMbl MHTETPUHOB YesioOBeKa, KPOME OJHOI, COeIMHEHDbI ¢ aKTHHOBBIMU
umaMeHTaMun ¢ TIOMOIIBIO MAIUHA N HECKOJBKUX JIPYTUX BHYTPUKJIETOUHBIX SKOPHBIX
6eakoB (puc. 19.45). Tlo-BuauMOMYy, K/IIOYEBBIM KOMIIOHEHTOM HPUKPENUTETBHOTO KOM-
rekca saBisiercss maaun. 11ogo6HO CBA3aHHBIM ¢ aKTUHOM MEXKKJIETOUHBIM KOHTAKTaM,
KOTOpbIe 06pa3ytoT Ka/[FTePUHbBI, CBSI3aHHbIE C AaKTHHOM KOHTAKTHI KJIETOK C MATPUKCOM,
¢gopMupyeMble MHTErPUHAME, MOTYT ObITb HEOOJBITNMHU, CJIAOBIMH W BPEMEHHDBIMH,
a MOTYT, HAIPOTHB, ObITh OOIIMPHBIMU, XOPOIIO BBIPAKEHHBIMU M TPOYHbIMU. [Ipu-
MepaMU MOCTETHIX MOTYT CIYKUTh (POKAIbHbIE KOHMAKMbL, KOTOPbIe (DOPMUPYIOTCS
B TOM cJjiydae, Korja y ¢pubpo6sacToB eCcTh JTOCTATOYHO MHOTO BPEMEHH, YTOOBI TIPOYHO
MPUKPENUTLCS K TBEP/Oi ToBepxHocTH vamtku [lerpw; kpome Toro, ciojla OTHOCSTCS
COeIMHEHNUST MEK/Y KJIETKAMH MBITIIIBI W €€ CyXOXKHUJIIEM.

B anuresu Gosibiast 4acTh BBIPAYKEHHBIX KOHTAKTOB KJIETKH C MATPUKCOM TPEI-
crasjisieT co6oii 10Ty IecMOCOMY, B cOCTaBe KOTOPOH 0coObiil Tum mHterpuHa (a6B4)
CBSI3BIBAET KJIETKM C JIAMUHWHOM 6a3asbHOIl MeMOpaHbl. B 5TOM yHHMKaJIbHOM ciydae
WHTETPUH BHYTPUKJIETOYHO CBA3aH C KEPATHHOBBIMU (HJIaMEHTAMU Yepe3 SIKOPHbIE OeTKI
ekt u aucronud (puc. 19.46).

6enok BHEKNETOYHOTO MaTpuKca

\

aKTUBHbIA — —

VHTErpuH a-cybbeamHuLa N
Puc. 19.45. CTpyKTypa aKTMBHOI MoO- B-cybbeanHnua
NIeKyNbl UHTErpuHa, cBA3blBaloLLel
BHEK/ETOYHbIi MaTPUKC C aKTUHOBbIM
uuTOCKeNeTom. «[0110Ba» MOEKybl
WHTErpuHa CBA3bIBAETCA Hemocpea-
CTBEHHO C BHEKNETOYHbIM Benkom
(Hanpumep, GUBPOHEKTMHOM), @ BHY-
TPUKNETOYHbIN AOMEH — C Ta/IMHOM, N
CBA3aHHbIM, B CBOIO 04epesb, CaKTUHOM Tan
MUKpodUnameHToB. CBA3b ycUNMBaeT-
€A AONO/IHUTENbHBIMK BenKamu, B TOM
ynucne o-akKTMHUHOM, GUNAMMHOM aKTUHOBbIN
N BUHKYIMHOM. dpunameHt

N
BUHKYINH
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KneTka anutenma —

KepaTUHOBblE
dunameHTbl __ kepaTuH
nonygecmocomMa
6a3anbHas MeM6paHa\ _— OVNCTOHVH
— MREeKTUH
? "(oopa)

konnareH XVII Tuna

— NaMWHWH

KonnareH
/

6)

Puc. 19.46. Monyaecmocombl. a) «ToueyHas crnaiika» anuTenunanbHbIX KNETOK ¢ 6azanbHo membpaHoi yepes
NosyAeCMOCOMbI. BHEKNETOUYHDBIV NAMUHUH COEAMHAETCA C KEPAaTUHOBLIMU PUIAaMEHTaMK KNeTku. 6) Mone-
KyNsipHble COCTaBAAOLWME NONYAECMOCOMbI. MHTerpuH ocoboro Tvna (a6B4), NpoHM3bIBatOLLMI MeMbpaHy,
CBA3aH C KEPaTUHOBLIMU GUNAMEHTAMU KNETKU (Yepes AKOPHbIE BENKM NNEKTUH U AUCTOHMH) U C NAMUHUHOM
BHEK/IETOYHOIO MaTpurKca. Kpome Toro, B COCTaB 3TOro KOMIMJIEKca BXOAUT HeobbluHbIM KonnareH XVII Tuna.
MocnegHwuit coCTOUT U3 TpaHCMeBPaHHOrO AOMEHa U BHEK/IETOYHOM YacTu, 0baafatolweit XxapakTepHbIMU
cBoicTBaMM KonnareHa. [edeKTbl, 3aTparvBatoLme nNtobow U3 STUX KOMMNOHEHTOB, NPUBOAAT K 06Pa30BaHMI0
BO/NAbIPEN Ha KOXKe.

19.5.2. HTErpunHbl MOryT NnepexoanTb N3 akTUBHOIO B HeaKTBHOE
COCTOAIHUE, N Hao6opoT

Krnerka, nporuckuBaolasicst CKBo3b TKaHb, HaripuMep ¢hubpobiiact niu Makpodar,
Ji60 SMUTEMATbHAS KJIETKA, MUTPUPYIONIast BJOJIb 6a3aIbHOI MeMOPaHbI, JJOJKHA YMETD
YCTAHABJINBATD U PA3PhIBATH KOHTAKTHI C MATPUKCOM, TIPIUYEM JIETATh 3TO GbICTPO, YTOOBI
TEPEMETIATBCS C IOCTATOYHOM CKOPOCTHIO. AHATIOTHYHO, THPKYJIUPYIOTTIE C TOKOM KPOBI
JIEHKOIIUTBI TIOJKHBI YIIPABJSATh CBOUMU KOHTAKTAME C 9HIOTETHATBHBIMUI KJIETKAMI,
YTOGBI B OMPE/IETEHHBIX OOCTOSITEBCTBAX CYMETD TIPOTUCHYTHCS MESK/TY KJIETKAMU U BBIATH
13 KPOBEHOCHOTO COCY/Ia B TOUKe BOCTAeHust. DoJiee TOTo, ecyim HeoOXOMMO OKa3aTh
MeXaHNYeCKOe BO3/IENCTBIE, TO CO3/IaHIe U PAa3PhIB BHEKJIETOUHBIX KOHTAKTOB BO BCEX
ATUX CJIYYasiX JOJKHBI ObITh CONPSIKEHDI ¢ OBICTPOIT COOPKOIT U pa36oPKOil KOMILTEKCOB,
COEINHSTIONINX 9TU KOHTAKTBI € IUTOCKETeTOM. TpaHcMeMOpaHHble MOJIEKYJTbl MHTErPHIHA,
YUYACTBYIOTIHE B YCTAHOBJEHNN KOHTAKTOB, HE MOTYT GBITh TPOCTO MACCHBHBIMU JKECTKUMI
06BeKTaMU ¢ ABYMsI JTUTKUME KOHITaMUA. OHHI TOJIKHBI YMETh TIEPEXO/IUTDh 13 aKTUBHOTO
COCTOSTHSI, B KOTOPOM OHH OeCTIPETSITCTBEHHO YCTAHABIMBAIOT KOHTAKT, B HEAKTHBHOE,
B KOTOPOM OHU HE UMEIOT TAKOW BO3MOKHOCTH, W Ha000poT. Kpome TOro, CBSA3BIBAHUE
JIUTAH/IOB HA OJTHON CTOPOHE MeEMOPAHBI JJOJIKHO U3MEHSITh UX CTIOCOOHOCTD CBSI3BIBATHCS
C IPYTUMK MOJIEKYJIAMH HA TMTPOTUBOTIONOKHOI CTOPOHE MEMOPAHBI.

[Togo6Hast MHAMIKA OCHOBAHA HA AJIOCTEPUYECKON PErYJISINI: TPH CBSA3bIBAHUI
MHTErPUHA CO CBOUM JIUTAH/IOM JIMOO TIPU Pa3pbiBe CBsi3U OeJIOK IpereprieBaeT KoHhopMa-
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Puc. 19.47. LLiunupbl ans nepeHockn 6peseH. YTobbl cxBaTUTb BpeBHO,
HY}KHO CXKaTb PYYKM; U HA0BOPOT, eCcIM COMKHYTb paboumne KoHLbI,
PYYKM TaKKe COMKHyTcA. [lanee, 4em cunbHee JaBuTb, TEM CU/IbHee
byneT cxkaThe Ha 060mx KoHLax. MoneKyna MHTerpuHa ycTpoeHa aHa-
JNIOTMYHO: KOHPOPMALMOHHbIE U3MEHEHMSA HAa O4HOM KOHLE NPUBOAAT
K U3MEHEHWUAM Ha NPOTMBOMOIONKHOM KOHLE, MpUYeM Npu 6obem
CXKaTum 3axBaT yCUMBaeTCA.

[MOHHbBIE M3MEHEHNUS, 3aTPArnBAIOIINE U BHY TPUKJIETOY-
HYIO, U BHEKJIETOUHYTO YaCTH MOJIEKYJIbl. CTPYKTYpHbIE
M3MeHeHUs1 Ha OJTHOM KOHIIE MOJIEKYJIbI COPSKEHBI CO
CTPYKTYPHBIMU TIEPECTPONKAMM HA J[PYrOM, TaK YTO
CHIHAJTT MOXKeT ObITh TIepe/iaH B JIIOOOM HAITPABJIEHHH.
Hexkoropoe nipeaicraBiienyie o MexaHmsMe pabOThbl HHTe-
IPUHOB MOJKET JIaTh AHAJIOTUST C KJIEHEBbIM 3aXBaTOM,
HCIIOJIb3yEeMBIM J1is1 TiepeHocku OpeBeH (puc. 19.47).

CTpyKTypHbIE TIEPECTPOIKHI B MHTETPHHE MOXKHO
MOKa3arh, B3SIB OUYMINEHHBIN TIPeTapar WHTErPUHA U UCCIEI0BAB ATU MOJIEKYJIbI C TI0-
MOII[BIO 9JIEKTPOHHOTO MUKPOCKOIIA ITPU OOJIBIIOM paspeliieHun. Ecim uHTerpuH mnome-
CTUTb B CPely ¢ GOJIbINON KOHIIEHTPAIINeN KAJbIs, YTO COOTBETCTBYET HOPMAIBHOMY
XUMUYECKOMY COCTaBY BHEKJIETOUHOH >KHMJKOCTH, HO 0e3 BHEKJIETOUHBIX JIHMIaH/OB,
a 3aTeM ObICTPO MTPUTOTOBUTD TIPENAPAT JIJIS MUKPOCKOIIMHU, TO €r0 MOJIEKYJIbI BBITJIS/ISIT
KaK CHJIbHO CKpyueHHble V-06pasuble 06beKTbl. OHaKo ecau J100aBUTb B Cpery He-
GOJIBINON CUHTETUYECKUI TIENTH/I, COJEPIKAIIUIN TIOCJIe0BATENLHOCTD, UMUTHPYIOILYTO
MHTErPUH-CBS3bIBAIONIIN JJOMEH GeTKa MATPUKCA, TO WHTEIPUH CBSI3bIBAET ATOT MEINTH/L
n npuobperaer JApyryio (opMy, Yy KOTOPOi eCTb J[Be «HOTH», KOTOPbIE OKA3bIBAIOTCS
He TeperieTeHHbIMI, a HATIPOTUB, BBITSIHYTHIMU 1 OT/IEJIEHHBIME JPYT OT JAPYTa, COMPHU-
Kacasich JIMIIb B 0671acTh «ro/1oBbl» (puc. 19.48, @). D1u fBe CTPYKTYPbI MOKHO CPaB-
HUTD ¢ 60JTee JIeTaTbHbIMK JAHHBIMU PEHTTEHOBCKON KpucTasiorpaduu, n 00HAPYKUTh,
YTO JIBYM «HOTaM» COOTBETCTBYIOT oi- U B-1ient uHTerputa. O6JacTb «rOJI0BbIY, T/Ie OHU
CXOJISAITCSI, COJIEPIKUT CANT CBA3BIBAHUST BHEKJIETOUHOTO Jiranja. CBs3bIBaHUe JIMTaH/a
U3MEHSIET CTPYKTYPY TOrO YUACTKA, YTO BbI3BIBAET MEPEXO/] B BBITSIHYTYIO, «AKTHBHYIO»
KOH(DOPMAITHIO; 1 HA000POT, TIEPEXO/T B BBITSIHYTYIO KOH(MOPMAITHIO 0OIErYaeT CBSI3bIBaHUe
JIMTaH/Ia, MOBBIIIAs CPOJACTBO K HeMy caiita csisbiBatust (puc. 19.48, 6).

Ho kak 5Tn nu3MeneHnst BHEKJIETOUHOI YaCTH WHTErPUHA COOTHOCATCS C COOBITUSIMU
HA ee BHYTPUKJIETOYHOM KOHIle? B CBEpHYTOM, HEAKTUBHOM COCTOSIHUM MOJIEKYJIbI HH-
TErpUHA BHYTPHUKJIETOYHBIE YACTH ee o- U P-lereil HaxoAaTcs: OIM3KO U CBSI3aHbI JIPYT
¢ apyrom. Koryia kordopMalys BHEKIETOYHOTO JJOMEHA MEHSIETCS, 9TOT KOHTAKT Tepsi-
eTcst U BHYTPHKJIeTOUHbIe (a Takyke TpaHCMeMOPAaHHbIE) YaCTH STUX TIeTell PACXOATCS.
B pesyJabrare 3TOr0 OTKPBIBAETCS CANUT CBA3BIBAHUS TAJIMHA, HAXOJSIIUICS HA KOHIIE
B-tiern. CBsi3bIBaHUe TATMHA IPUBOUT K COOPKE aKTHHOBBIX (DUIAMEHTOB, CBSI3AHHBIX
C BHYTPUKJIETOYHBIM JIOMEHOM MOJIeKyJIbl uaTerpuHa (eM. puc. 19.45). Takum o6pasoM,
KOT/Ia MHTErPUH 3aXBaThIBAET BHEITHWI JIUTAH/I, KJIeTKA Pearupyer, CBSI3bIBast CBOII 1i1-
TOCKeJIET ¢ MOJIEKYJIOI MHTErPUHA, TaK YTO K TOYKE TPUKPEIVIEHUS] MOKHO TIPUJIAraTh
CHJIY. JTO U3BECTHO KAK «AKTHBAIMS U3BHE>.

ITa NPUIUHHO-CJIE/ICTBEHHAS CBSI3b MOKET PaboTaTh U B APYrOM HAIPABIEHUN —
U3HYTPU HApYKy. TamnH KOHKYPUPYET C ai-1IeNbI0 32 CAUT CBSI3BIBAHUST HA KOHIIE B-11eTTH.
Koria TayimH cBSI3bIBaeTCS ¢ B-1IEMbI0, CBSI3b MEK/TY JABYMST BHY TPUKJIETOUHBIMU (PparmMeH-



1798  Yactb 5. KneTku B KOHTEKCTE NX COBOKYMHOCTMN

Npo4YHOE CBA3bIBaHWE

nuraHgaa

HEAKTUBHbIW AKTUBALMA AKTUBHbIV

VHTETPUH CHAPYXW WHTETPUH

-RGD +RGD
| I
—— 5 HM
« 5 AKTVBAUMA
5) M3HYTPU Nnpo4yHoOEe CBA3blBaHNe
a) 20 HM TanuHa

Puc. 19.48. UameHeHne KOHOPMaLMKN MONEKY/Ibl MHTEFPUHA NPU CBA3bIBaHUM AMraHAa. a) N306parkeHus
OTAE/IbHbIX MOIEKY/1 MHTETPUHA, NOTYYEHHbIE MPY YCPELHEHUU MHOTUX HAJIOXKEHHBIX APYT Ha APYra 3/1eKTPOH-
HbIX MMKpOdOTOrpaduii. B oTcyTcTBME BHEKIETOYHOTO IMraHAa MONEKYA MHTErPUHA BbIMALUT KOMMAKTHOM
1 cBepHyTOW. Mpw MHKY6aumm c RGD-NenTMaoM MHTErpUH NPUHUMAET BbITAHYTYHO KOHPOPMALMIO C ABYMS pas-
JIMYUMBIMU KHOXKKaMU». 6) AKTUBHaA (BbITAHYTan) U HEAKTUBHAA (KOMNAKTHAA) GOPMbI MONIEKY bl UHTETPUHA
No LaHHbIM PEHTTEeHOCTPYKTYPHOIO aHaAmn3a. HecMoTps Ha CI0XKHOCTb KPUCTANIM3ALLMM MHTAKTHOM MONEKY/IbI
B €CTECTBEHHbIX KOHPOPMALLMAX, C IMFraHAOM U 6e3 Hero, NoAHAA CTPYKTYPa MOKET BbiTb LOCTAaTOYHO TOYHO
YCTaHOB/IEHA NYTEM COBMELLEHMS TPEXMEPHbIX CTPYKTYP MONEKYNAPHLIX dparmeHToB. (0 — m3 J. Takagi et al.,
Cell, 110: 599-611, 2002. C pa3peLueHua nsgatenbcrsa Elsevier; 6 — no T. Xiao et al., Nature 432: 59-67, 2004.
C pa3peweHusa nsgatenscrsa Macmillan Publishers Ltd.)

TaMH Iierell pa3pbIBaeTcs, O3B0 UM Pa3oiTuch. B pedysbTare aTOro BHEKJIETOUHAS
YacTh MHTETPUHA TIEPEXO/UT B BBITSHYTYIO, aKTUBHYIO KOH(DOPMAIHIO.

[lomo6Hast «akTuBalyst U3HYTPU» 3AITYCKAETCSI BHYTPUKJIETOUHBIMU PErYJISITOPHbI-
M Mostekystami. Cpen Hux — docdounnosutuy PIP, (eM. raaBy 15), koTopbiii, Kak
CUUTAETCSI, CIIOCOOEH AaKTUBUPOBATDH TAJIMH, B PE3YJILTATE YErO TOT IPOUYHO CBSI3bIBAETCS
C UHTErpuHOBON B-1enbio. TakuM 06pa3oM, CUrHAJI U3HYTPU KJETKH MOJKET 3aCTaBUTDH
MOJIEKYJIy MHTEIPUHA BBITSSHYTbCS U 3aXBaTUTh CBOM BHEKJIETOUHDBIN JINTAH/I.

Buyrpukierounbie curnaabHbie MOJIEKyJIbl, Takue Kak PIP,, B cBoo ouepesib, Bbl-
pabaTbIBalOTCS B OTBET HA CUIHAJIBI, IOJTyUYeHHbIE U3BHE YePe3 PELEeNTOPbI J[PYroro TUIIA,
HaIPUMED PelenTopbl, cBsi3aHuble ¢ G-6e/KaMu ¥ TUPO3UHKUHA3HbIE perenTopbl. Takum
06pa3oM, 9TH CUTHAJIBI MOTYT YIIPABJIATh akThBanueii narerpuna (puc. 19.49). M nao6o-
POT, aKTUBAIMS MHTEIPUHA TIPU TIPUKPEILIEHUN K MATPUKCY MOKET BJIUSTH HA PEIENIIUIO
npyrux curHasos. [lepexpectHast cBSi3b MeXK/y BCEMU 3TUMU ITyTSIMU COOOIIEHMS, TIepe-
JIAIOIIUMU CUTHAJIBI Yepe3 MeMOpaHy B 000MX HAIIPABJIECHUSIX, SIBJISIETCSI OCHOBOI CJIOMKHDBIX
B3aUMOJIEHICTBUI MEXKTYy KITKOW M ee (DU3NIECKUM U XUMUYECKNM OKPY>KEHUEeM.

19.5.3. HapyweHus, cBA3aHHble C UHTErpUHaMMm, IeXKaT B OCHOBe
MHOIMX reHeTu4YecKnx sabonesaHuin

24 Tunia nHTErprHa, OOHAPYKEHHBIX Y YeJ0BeKa, 06Pa30BaHbI IPOLYyKTaMu 8 pas-
JIMYHBIX TeHOB B-11ereit n 18 pa3jndHbIX TEHOB o-TIeTel, TMMEePU30BAHHDBIX B PA3IMUHbBIX
KoMOMHAIAX. Kax/iblit MHTerput uMeeT CBOM YHUKa/IbHbIE cBOlicTBa u hyHKImu. Bosee
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AKTUBHbIE MONEKYrnbl UHTErpUHa

PN

aKTUBHbIN aKTUBHbIV
G-6enok- TUPO3UHKHA3HbIN
COMNpPSHKEHHBIN peLenTop peLenTop
BHEKNETOYHAA

CPEQA

LMTOMIASMA P P

BDE . -
p p l aKTUBHbIV TanuH N ]
p p aKTUBHbIV
l TanuH
{ N ]
* l aKTUHOBbIN
dunameHT

HeaKTUBHbIN TanuH

Puc. 19.49. AKTUBaLMA MHTErpuMHa NpU B3aUMOAEUCTBUU C APYTMMU CUTHAZIbHBIMU NYTAMU. BHelwHne
CUTHaAbl, MOCTyNatoLLMe K KNeTKe Yyepes Apyrue peLentopbl Ha ee NoBEpPXHOCTW, Hanpumep, peLenTopsbl,
cBA3aHHble ¢ G-6enKaMu, NN TUPO3MHKUHA3HbIE PELLENTOPbI, MOTYT U3MEHATb KOHGOPMALMIO TaNNHA, TEM
CaMbIM aKTUBUPYA MHTEFPUHbI K/TETKMN.

TOTO, TIOCKOJIbKY OJ{HA 1 Ta K€ MOJIeKyJla NHTeTPUHA B KJIETKaX Pa3HbIX THUIIOB MOXKET
MO-Pa3HOMY BecTH ceOsl IPH CBSA3bIBAHUY JIMTAH/Ia, BO3MOYKHO, YTO C MHTErPUHAMU B 3a-
BHCHMOCTH OT THTIA KJIETKHM MOTYT B3anMO/IeHCTBOBATL M N3MEHSATD NX CBONCTBA PA3JINYHbIC
JlotnoTHATeIbHBIE (pakTOphl. Ha cBA3bIBaHNWe MHTETPUHOB CO CBOMMU JIMTaH/[AMI TaKKe
Bustior KoHueHtpaiun Ca?t u Mg?* Bo BHEKJIETOUHOIT cpejie, UTO OTPAayKaeT Haudue
JIOMEHOB CBSI3bIBAHUS /IByXBAJICHTHBIX KATHOHOB Ha a- U B-cyObeiuanIax. /IByxBanenT-
Hble KaTHOHBI MOTYT BJIMATH KaK Ha CPOJICTBO, TaK M HA CHEIM(UIHOCTH CBSA3BIBAHWS
WHTETPUHA C €T0 JINTAH/IaMH.

Mmuoroo6pasue HOyHKIIT HHTETPUHOB MOPA3UTETbHO, XOTS OBIBAET, YTO HECKOIHBKO
MHTErPUHOB BBITIOJIHSIOT OAHY 1 Ty ke (hyHKImo (Hanmpumep, KaKk MUHUMYM [ISITh UHTE-
IPUHOB CBSI3bIBAIOT JTaMutuH). B TaGmie 19.4 nepevncieHbl HEKOTOPbIE PA3HOBHU/HOCTH
WHTETPUHOB W HAPYIIEHNS, K KOTOPBIM TIPUBOAAT /1e(heKThbI B OT/AEIbHBIX o U B-TIEMNsX.

Cy6bepunuipl 1 06pasyioT AuMepbl Mo KpaitHeil Mepe ¢ 12 pa3iuyHbIME
o-cyGbeIMHATIIAMI 1 OOHAPYXKEHBI TIOUTH BO BCEX KJIETKAaX MO3BOHOYHBIX: adfB1 mpes-
crasJisieT coboil perentop GubpoHeKTHHA, a 0671 — perenTop JaMUHUHA BO MHOTUX
KJIeTKax. MyTaHTHbBIE MbIIITH, HECIIOCOOHbIE K BbIPabOTKe KAaKuX-mnu6o B1-comeprraniimx
MHTErPUHOB, MOrHGA0T HA cTajnu uMIiiaHtaniy (0iHa M3 caMbIX PAHHUX CTaJnil pas-
BUTHUS 3apO/ibiiia). Mblliiu, He COCOOHbBIE BBIPAGaThIBATh TOJIBKO o7 -CyObeauHuity (Ko-
TOpast B MBIIIEYHON KJIETKE CBSA3bIBAETCS ¢ B1), BBUKUBAIOT, HO CTPA/IAIOT OT MBIIIEYHON
quctpoduu (Tak sKe Kak MBI, HeCOCOOHbIE K BBIPAGOTKE JAMUHUHOBOIO JIMTAH/A
JUISL uHTerpuHa o7pl).

Cy6bemunuipt B2 GOpMUPYIOT AUMEPDI € o-CyObeMHUIIAMU TI0 KpaiiHell Mepe
YeTbIpeX TUTIOB U AKCIPECCUPYIOTCS UCKJIIOUUTETBHO HA TIOBEPXHOCTH JIEHKOIIUTOB, T/Ie
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Ta6nuua 19.4. HeKoTopble TUMbl UHTErPUHOB

a5p1 dUbpoHEKTNH Be3fe CMepTb Ha CTaAnn SMOPUO- CMepTb Ha PaHHEN CTagnn
Ha; HapyLWeHUA KPOBEHOC- (MPY UMNIaHTaLnm)
HbIX COCYAOB, COMMTOB,
HepBHOro rpebHsA
a6p1 NaMVHVH Be3fe 06ubHble BONAbIPY CMepTb Ha paHHel CTagnn
Ha KOXe; TakKe Hapylie-  (Mpy uMnaaHTauum)
HWA B APYTUX SNUTENNAX
aZB1 NAMVHVH MbILLILbI MblleYHAs AUCTPOdUSA; CMEepPTbHapPaHHEeN cTagnn
HapLleHNA MbllleYHO-CY- (MpY UMNaaHTaLum)
XOXWIbHbIX COeAVHEHNI
alP2 (LFA1) koHTppeuen-  nenKouuTbl HapylleHue paboTbl nen- OeduuUT nenkoumTap-
TOpPbI U3 CY- KOLIMTOB H