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14. N'eHeTUKa pa3BUTUA

Bonpoc o
OIJIOAOTBOPEHHOTO SIMIA BBIPACTAET LEIIbIN

TOM, Kak Hu3
OpPraHU3M M KaK BO3HHMKAIOT pa3inyus
ME¥XK]ly COCTAaBJISIIOIIMMU €ro KJIETKaMHu
unTepecyet ronei nmoutu 2000 Jiet, Ho, TeM
HE MEHee, JI0 CHX IOp OCTAaeTCsl ONHOW U3
OCHOBHBIX MPOOJIEM OMOJIOTUN U T€HETUKU
Pa3BUTUS B YaCTHOCTH.

B xone pa3Butus dopmMupyroTcs
MHOTOYHCJICHHbIE OpPraHbl WU TKaHHU
COBEpILIEHHO HE MOXOXHE JPYr Ha JApyra.
OHM OpraHM30BaHbI JJs BBINOJIHEHHUS
OIpeNIeNIEHHbIX (PYHKUMI M KaXJasi TKaHb
NOPAa3UTENIbHO OTIMYAETCA OT OCTAJIbHBIX.
Heo6xoauMo peumiuTh 1BE MPOOIEMBI:
obpaszom
nuddepeHUUPYTCS ApYTr OT Apyra u
KakuM oOpa3zoMm nudpepeHurupoBaHHOE
COCTOSIHME, XapaKTEpPHOE U KaXIOu

KaKuM TKaHHU

KJIETKH, HACIEAYETCS B PSIAY KIETOYHBIX
MTOKOJICHHM.

Jlonroe Bpemsi B OMOIOrM4eCKoi HayKe
CYyILIECTBOBAJIO MHEHHE, YTO MPOLECC
pa3BUTHUS 3TO MPOCTON POCT OPraHOB
opraHusma,
(mpebopMHUpPOBAHHOTO) B
3apojpliieBoro mytu (puc. 14.1.).

yke c(hOpMHUPOBAHHOTO
KJIETKax

B 1759 rogy Wolff pensioxun Teoputo
DIUIE€HE3a, CONIACHO KOTOPOW KaXKIbIU
OpPraHM3M pa3BHUBAETCS B XOJE OHTOTEHE3a
HE U3 NpeOpMUPOBAHHBIX OPraHOB, a U3
IIPOCTOr0 HEOPTAHU30BAHHOTO 3apObIIa
NyTEM  IOCJIEAOBATEIBHOIO  psja
HOBOOOPAa30BAHU.

[Io coBpeMEHHBIM NPEICTABIECHUSIM
KU3HEHHBIN YT JIFOOOTO OpraHu3Ma - 3TO
NOCTOSIHHOE OOHOBJIEHHE BCEX KIIETOK,
TKaHE! U opra”os. Jleranm 3Toro npouecca

OOHOBJICHUSI ONPENEISAIOTCA CTPYKTYPaMH,

Puc. 14.1. MuHUATIOPHBII YEJIOBEUEK,
bopmupyromuiics
paHHHX OHMOJIOTOB B CIIEPMATO30HU/IE
yenoBeka (M3: Hartsoeker, 1694, B kH.
Srb et al., 1965, ctp. 353)

1o MHCHHIO

c(hOpMHUPOBABIIUMUCS Ha TPEIbIAYIINX
ctanusx. CormacHo 3TOM TOYKE 3peHUd
pa3BUTHE HE OCTAHABIMBACTCS HA KAKOW-TO
OIPENIENIEHHOM TOUKE, a IPOJIOIKACTCS BCIO
KU3Hb.

3aBHUCHUMOCThH Pa3BUTUA oT
AKTHBHOCTH TICHOB, 3aKJIIIOYCHHBIX B
KJICTOYHOM AOpC, YCTAHOBJICHA B

MHOT'OYHMCJICHHBIX onbITaX. [lokazaHa Takxe

pOJIb  COCTOSHHMSA  IUTOMJIAa3Mbl B
noJAepKaHuu ONIPEEIECHHOTO
i epeHIIPOBAHHOTO COCTOSHUS KIIETKH
B LICJTIOM.

I[To wmuenurwo T.X. Moprana,

BhickazaHHOMY eme B 1930-e ronsl,
“paHHME CTaANU PA3BUTHUS ONPEICTISIIOTCS
NPOTOIJIA3MOM AWIA, BIHUSIHHUE XKE
XPOMOCOM CIIEpMaTO30HuJa CKa3bIBACTCS
M03Ke. DTO O3HAYaeT, YTO MPOTOILIa3Ma
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Puc. 14.2. Perenepanus LUISNKY PU IEPEKPECTHOM CpAIIMBAHUH Y alleTaOyIsIpuu
(13: Hammerling, 1943 B xH. Srb et al., 1965). A. mediterranea n A. crenulata
U300pa’KE€Hbl COOTBETCTBEHHO CEPBIM U OEJIBIM I[BETOM

Siilla y’Ke MOABEPIIIach BIUSHUIO T€HOB,
coziepXKaluxcs B camoM siine...” (Mopras,
1937, ctp. 129). “Ilo mepe mpoTekaHus
Pa3BUTHS TIPUXOJST B JCUCTBUE PA3IMYHBIC
rpyIIbl TeHOB™ (TaM ke, cTp. 13).

14.1. Ponb Ksiemo4Ho20 sidpa e
passumuu

J171s1 BBIACHEHUSI POJIH S1/Ipa B Pa3BUTHUHU
NPOBOAMIIN PA3IUYHbIE SKCIEPUMEHTHI. [.
I'emmepnunr (H. Haemmerling) nposen
OTBITHI C 3aMEILEHUEM S]Ipa Y BOAOPOCIH
Acetabularia. OH ucnonb30Ball 1Ba BUAA
ATOTO pofa - A. mediterranea v A. crenulata,
paznuyaromuecs GpopMoi mUISnKM (puc.
14.2.). B nepuoa BererarnBHOIO LMKJIA 3Ta
BOZIOPOCIIb MPEJCTABISIET COOON KPYITHYIO
OIHOSAZICPHYIO KJIETKY C JUIMHOM cTeOesbKa
10 6 cMm. PasnuuHble BUBI aneTadyisipuu
UMEIOT CTIeUPUUECKyI0 POpMY IIarIOYKH.

Anpo HaxoguTCcs B OJHOM W3
puzonzioB. Ecny manouky uiam crefenek ¢

IIallOYKOM  OTpe3aTh,
PErEHEPUPYIOT U3 PHU30MIA, COAEPHKALLETO
aapo. Ilpu stom coxpansieTrcs dopma

[IArO4KH, XapaKTCpHas M1 JaHHOI'0 BHUIA.

OHHU BHOBb

Korna cpammBaiu oTpe3aHHblli cTeOenex
OJHOTO BHJAa C PHU30UAOM JAPYroro,
pereHepupyrolas Ha cre0eNbKe Manovka
uMesna (GopMy, CBOMCTBEHHYIO BHUIY,
KOTOpOMY TPHUHAIJIEKAIO0 SAPO (CM. puC.
14.2.). Takoii xe pe3ynbrar ObLT IOTy4YeH B
TOM CITy4ae, KOrja U3BJICUEHHOE U3 pU30HIa
AApPO OJIHOrO0 BHJAA NEPECaKUBaJIHU B
M30JIMPOBAHHBIN CTEOENeK JIPyroro BHUIA.
B.JI. ActaypoB, OCHOBBIBAsICh Ha PE3KO
pPa3JIMYHON YYBCTBUTEJIBHOCTHU siApa U
UOHU3HUPYIOUIAM
U3IIYYEHHUSIM, MOKa3al PEHIAoNlyI0 POJib
aapa B NPHU3HAKOB
MHOTOKJIETOUHBIX OpPraHU3MoOB. B HopMme y

[IMTOIJIa3MBI K
oTpe/iCICHUN
0a0OuKM MIEAKONpsga B SWUIO0 TIPH

OTJIOJIOTBOPEHUHU TPOHUKAET HECKOJIBKO
CIIEPMHUEB, HO C SIPOM SIHIIA CITUBACTCS SJIPO
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TOJBKO OJIJHOTO M3 HHUX, OCTaJIbHBIC
CIIEPMHH OCTAIOTCSI Ha €ro nepudepuu u
3aTeM pacmnajarTcs, HE ydacTBYs B
00pa30BaHUU W Pa3BUTHHU 3apOJBIIIA.
[TogBeprass HEOIIOAOTBOPEHHBIE SAMIIA
HIeJKoNnpsga TEMJIOBOMY IIOKY |
PEHTTEHOBCKOMY OOJY4YEHUIO, MOXHO
MOJHOCTBHIO Pa3pyIIUTh UX sjpa, HE
MOBPEAUB IUTOMJIAa3My, KOTOpas IIo
CPaBHEHMIO C SIAPOM TOpa3ao MEHeEe
YyBCTBUTEJIbHA K ’TUM BO3JICUCTBUSIM. Ecin
3aTeM TaKue siipa OCEMEHUTD, TO sijipa IBYyX
MIPOHUKIIKMX B SIAPO CIIEPMHUEB CIUBAIOTCS
JpyT ¢ IPyroM U o0pa3yroT SAPO 3UTOTHI.
CrnenoBarenbHO, 3/1€Ch 3UT0Ta UMEET SAPO,
MPOUCXOAANIEE UCKIIOUUTEIBHO OT OTIIA,
UTOIJIa3Ma K€ LIEJTMKOM MaTepUHCKas.
Pa3BuBaromuecs n3 TaKuX
AHJIPOTEHETUUYECKUX  3UTOT
IISJIKOTIpsijia Bcerna ObLIM caMIlaMU |
JIOBOJIBHO TOYHO MOBTOPSIOT (DEHOTHUT
CBOMX OTIIOB, YTO OCOOEHHO 3aMETHO,
KOTJa sAilla MPUHAIJICKAT caMKaM OJHOM
MOPOJIbI, a CIIEPMHUHU - cCaMIlaM JpPyTrou
nopozsl (puc. 14.3.).

ocoou

14.2. TomunomeHmMHocmMb
2eHomMa

Jlo cux mop o0CyKIaeTcsi BOMPOC O
TOM, COTIPOBOKIASTCS JIA CIICITHATU3AITNS
KJICTOK YTPaToOil TEHOB, KOTOpBIC Jajiee HE
TIOHAZ00STCS TSI KQKIOTO TaHHOTO THUTIA
KJ1eToK. Hampumep, cCoXpaHsIOTCsI I B sIIpe
KJIETOK KUIIICYHNKA T€HBI, HEOOXOIUMBIE JIST
CHHTE3a TreMmoriob6mHa -  Oenka,
XapaKTEPHOTO ISl SPUTPOIIUTOB, a B SAPE
HEPBHOM KJICTKH - T€HBI, HEOOXOIUMBIE TS
00pa3oBaHUsg MHO3MHA - 0cO0Oro Oerka
MBIIICYHBIX KIETOK? Ecnu “HeHyxHbIE”

T'C€HBI YyTPAaYMBAKOTCA, TO HMCHHO 3Ta

Puc. 14.3. Angporese3 y TyTOBOTO
menkonpsiaa (1U3: b.JI. ActaypoBsa B KH.
I'epmienzon, 1983, ctp. 83)

MOCTOSIHHAS yTpaTa pPa3juyHbIX T'€HOB U
ONpeAeNseT CIEHHAIN3AIMNI0 KIETOK KaK
npeanonoxkuwi A. Beiicman eme B 1892 rony.
[IpoTuBOMONOXKHAS TOYKAa 3PEHUS
CBOJIUTCS K TOMY, YTO BO BCEX KIIETKaX
COXPaHSIIOTCS BCE T'€HbI, OJHAKO B TE€X
KJIETKAX, TAE€ UX JCATEIIbHOCTh HE HYXKHA,
OHM HAXONATCS B HEAKTUBHOM COCTOSIHHH.

Jlnst Toro, 4TOOBI PEUINTh Kakas U3
ATUX TUIIOTE3 BEPHA, AHIJIMUCKUANA T€HETHK
['épnon TpaHcmiaHTUpoOBaN sAApa M3
CIEIMAIM3UPOBAHHBIX KIIETOK SMHUTEIUS
KHUIIIEYHHUKA rojloBacTUKoOB (puc. 14.4.) B
HEOIUIOOTBOPEHHOE SIMIIO, U3 KOTOPOTO
MIPEIBAPUTENILHO OBLIO YAAJIEHO CBOE SIIIPO.
[Ipu 5TOM HEOOXOAUMO HCIOJIb30BaHUE
KaKoro-110o SiEpHOTO0 MapKepa, KOTOPHI
MMO3BOJISAET

OTJINYHUTD ITIOTOMKOB

MNEPCCAKCHHOIO AApa OT IMOTOMKOB sAApa-
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(JTMHHSI ¢ OJTHUM SITPBITITKOM )

Puc. 14.4. Cxema nepecajiku sJiep U3 KUIICUHUKA FOJI0BACTUKA B HEOTIIOJIOTBOPEHHOE
siino narymku (U3: Tepnon, 1970, ctp. 20). Sapo-penunuent, noMe4yeHHOE HaTuIueM
JIBYX SIJIPBIIIEK, pa3pylIaeTcs B pe3ysbTaTe 00mydeHus: yIbTpa@uoIeTOBBIMU JTy4aMHU
(1), 3aTeM y roysioBacTMKa BBIIEISAIOT KUIIEYHUK (2) U O€pyT KIETKU SMUTETUATBHOTO
ciosi. OIMHOYHYIO SMUTEIHAIBHYIO KJIETKY 3aCachlBalOT B MUKPOIIMIIETKY, TIPU 3TOM
KJIeTouHas 00oouka pazpymaercs (3), BHICBOOOXKAas siApo. AIpo KIETKH KUIIEYHUKA
nepecakuBaloT B MOATOTOBICHHOE IO (4), KoTopoe 3areM pa3BuBaercs. Oxono 1%
SUIl C MEPECAXKEHHBIMU SIIPAMU PA3BUBAIOTCS B JISATYIIEK, UMEIOIIUX B SAPE JHIIIb
OJTHO SIIPBIIIKO BMECTO OOBIYHBIX JBYX (5)
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X035iIMHA, TIOCKOJbKY HEJIb3s OBbITh
YBEPEHHBIM, YTO HE MPOU30LLIO CITyYaHON
OMIMOKY TPU yIAJIEHUU SPa-XO3sHHA.
MapkepoM B JaHHOM CJydae CIyKHUJIO
HAJIMYME JBYX SIPHIIICK B SApaxX KIETKH-
X03sIMHA U OJHOTO - B MEPECaKUBAEMBIX
apax.

B nanHbIX 3kcniepuMenTax okoio 1%
SWIl, B KOTOpPbIe ObLIN TEpPECaKeHbl sjipa
AIUTENHS, TAIT B3POCIBIX JIATYIIEK. Takum
oOpaszoM, HopMmalbHas auddepeHmpoBka
KUBOTHBIX KJIETOK HE COMPOBOXKIAACTCS
yTpaToil WM HeoOpaTUMOW MHAKTHBALEN
T'€HOB.

B deBpane 1997 rona B xypHnaie Nature
HOSBHJIOCH COOOIIEHHE, 3aCTaBUBIIEE
00CyXI1aTh MPOOJIEMbI T€HETUKU PA3BUTHS
KYPHAITUCTOB, MOJUTUKOB, IOPUCTOB U
rOCY/IapCTBEHHBIX JIEATEIICH: TpyTIa y4EHBIX
u3 lotnanauu cooburmna 06 ycrnemHom
TpaHCIUIAHTAL U aep u3
nudepeHIIUPOBAHHBIX  KJIETOK B

HﬁHGKJleTKH OBCI U ITIOJIYYCHHUHN HOPMAJIBHO

cOpMUPOBAHHOTO JKHUBOTHOTO. OTH
pe3yabpTaThl OTKPBIBAOT NYTh JJIA
bakTUIECKH HEOTPAaHUUCHHOTO

BEreTaTUBHOTO Pa3MHOXKEHHUS JIF0OO0TO
UHIMBUIyYMa: Kaxaas ocoOb B pe3ysbTare
TpaHCIUIAHTALMU SIIEP U3 €r0 KJIETOK B
PEUMIIMEHTOB MOXKET JaTh Hadalo
MUJUTHAP/IaM COBEPLICHHO UJCHTUYHBIX
MIOTOMKOB. JTOT TPOLIECC, KaK OTMEYAJIOCh
B paszzienie 4, Ha3bIBAIOT KIIOHUPOBAHUEM.
Cxema orbITa ObLIa aHAJIOTMYHOMN TOMH,
KOTOPYIO HCIoib30BaM Jx. ['€pnoH u ero
COTPYAHMKHM. MapkepaMy B JaHHOM CITy4ae
CIYy’)XUJIM MAacCTh OBEI U Pa3JIUYHbIC
mukpocateuuThl B coctaBe JJHK. Oouuts
BBIJICIISIIN U3 OBEIl IIOTJIAHICKOM
YepHOMOP/IOM TIOPOJIbI, a JOHOPHBIE KIIETKU

Puc. 14.5. OBeuka (Ha puCyHKe ClieBa),
pa3BUBIIAsACS U3 KJIETKH MOJOYHOU
JKEeJIe3bl, B3ATON OT OBLBI OETOMOPIOM
HOPOABl U TPAHCIJIAHTUPOBAHHOM B
OBILy YepHOMOPION MOPOJBI (CIpaBa)
(13: Wilmut et al., 1997)

OBLIM BBIJEJIICHBI W3 BBIMEHHU OBEIl
6enomopmoi noponsl Gunn lopceerr. [Tocne
3TOTO C MOMOINBIO BJIEKTPUUECKOTO
MMITYJIbCa CIIMBAIIN SHYKJIEUPOBAHHBINA OOLIUT
C HeJaou KJIETKOW-TOHOPOM.
OKCIEPUMEHTAIBHO MOJTYYEHHBIE 3UTOTHI
MOMEIIAJId B SIUIIEBOABI CAMOK, TAE€ OHH
HaYUHAJIM POOUTHCA W Pa3BUBAJIUCH B
MOPYJIbI, KOTOpBIE U OBLIM MEepecakeHbl B
MaTKu YEpHOMOpPIBIX oBen. M3 277
AKCIIEPUMEHTAIBHO MOJYYEHHBIX 3UTOT
TOJBKO OJHA TPOIIUIA BCE CTaUM PA3BUTHUS
BIUIOTb JIO POXK/ICHUS ATHEHKA, KOTOPBIA ObLT
oenmomopaeiM (puc. 14.5.). (Heranum
AKCIIEPUMEHTOB MOXHO HAaWTH B CTaThe:
Wilmutetal., 1997).

ToTt ¢akrt, yTo OBEeuka BBIpOCIA U3
AULEKIETKH C SAPOM U3 B3pPOCIOro

’KUBOTHOTO, JIOKAa3bIBACT OTCYTCTBHUE
HEOOpaTUMBIX Moau(UKAITUHA
ICHETHYCCKOTO MaTepualla B  XOJC

HOPMAJIBHOI'O Pa3BUTHUA.
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14.3. JemepmuHayusi

I/ISBCCTHO, 4qTO KaxJgasd KICTKa
HaxXoauTCsAa B HCKOTOpPOM
ACTCPMHUHUPOBAHHOM COCTOsSHHH.

JleTepMuHaLIUsI IPEICTABIISIET COOO0M BasKHOE
cOOBITHE, B pe3yibTare KOTOPOro KIIETKU C
OJJMHAKOBBIM HA0OpPOM T'€HOB HAUYMHAIOT
pa3nuyaTthCa 1O

CBOUM BHCHIIHHUM

npu3HakaMm, WiIM ¢QeHoTumy. MHoOro
CEepbE3HBIX BOMPOCOB CTOUT TMEpeN
uccleoBaTesIMU: HAa Kakod CTaguu
pa3BUTHUsS 3apojblllia MPOMCXOJUT 3Ta
nerepmuHanua? Hackoiapko ycTOMYMBO
Takoe cocTosiHMe KieTtku? Hacmemyercs mu
3TO COCTOSIHME BCEMH KJETKAMHU,
IPOUCXOASIIMMHU OT JETEPMUHUPOBAHHOM
KJIETKU-TIPEAIIECTBEHHUKA? MOXHO JH
U3MEHUTh JIETEPMUHUPOBAHHOCTh H
NEPEKIIIOYUTh 3TH KJIETKH Ha Pa3BUTHE B
HOBBIX HAaIPaBJICHUSX?

Jlnsd OTBETOB Ha 3TH BOMPOCHI
BBIJIAIOIIUANCS MIBEUIAPCKUN TEHETUK O.
XaJOpH MCHOJB30BAJ IUIOJOBYI0 MYIIKY
npo3zoduiy. M3BeCcTHO, 4YTO B pa3BUTHU
BBICIIUX HAaCEKOMBIX, B TOM YHCJIE MYX,
HPOUCXOUT MHTEPECHOE PA3NIENICHNE KIIETOK
no ux Qynkuuam. Kierku ogHoro tuna
HAYMHAIOT TUQPPEPEHIIUPOBATHCS C MEPBBIX
ATANoB 3MOPHOHAIBHOIO Pa3BHUTHS, U3 HUX
o0pazyercsi TeJo JUYMHKUA HACEKOMOTO CO
BCEMH €ro opraHamu. Kierku apyroro tuna
000c00JeHBI, OHHM COCTaBJISIOT TakK
Ha3bIBA€MbI€ MMArvHAJIbHBIE JUCKU WIIH
3a4aTKU B3POCIBIX OParHoB. XOTsS KJIETKH
UMarvHajJbHbIX JUCKOB HaxoIsTCS B
KOHTAaKTe C
T depeHINPYIOIUMHUCSA KIETKAMH, OHU

HaXoasATCA B 3M6pI/IOHaJ'IBHOM COCTOsAHHUHN B

COCCOIHUMMU

TCYCHHC BCCTO JIMYMHOYHOIO IICPUO/IA. B s10

BpeMs OHH JensiaTcsa. B mponecce

metamopdo3a 3HAYUTEIbHAs YacTh
JIMYMHOYHBIX OPraHOB paccachiBaeTcs (WU
mupyercst). OJHOBPEMEHHO C 9THM KJIETKU
MMarvHaJbHbBIX JIMCKOB YTPAYMBAIOT CBOE
SMOpPUOHAIBLHOE  COCTOSIHME,  OHH
nuddepeHUpyYOTCs, TpeBpallasch B
ClieUaIu3UpPOBaHHbIE TKAaHU HMMAaro
(B3pocnoit myxu). U3 kaxmoro amcka
obpasyercss oOTHAeldbHAs YacTh Tela
Hacekomoro. Hampumep, st kaxaon u3
11eCTH OyIyIIUX HOT CYIIECTBYET OTIEIbHBIN
IUCK, TOJIOBa oOpasyeTrcss U3 Tpex map
JIICKOB.

NmarvHanbsHbIe TUCKA MOYKHO U3BIICUb
U3 Teja JIMYMHKU U TIEPEcaiuTh B MOJOCTh
Tena npyroil muuuHku. Korjma nuunHka-
XO3sIMH  MpeBpallaeTcss B KYKOJKY,
TpaHCIUIAHTAHT IudPepeHuupyercsa B
COOTBETCTBYIOIIMI opraH. Hanpumep, ecnu
TPaHCIUIAHTUPOBAH IMIA3HON MMariHAIBHbIHN
IUCK, B OpIOUIKE JUYUHKH-XO3IUHA
pa3BUBaeTCS MOJHOCTBHIO
c(OopMUPOBABILIUICS II1a3.

B pesynbraTre MHOTHX OMNBITOB O.
XanopH o0OHApYXHWJI, UYTO KaXJbIH
MMAaruHaJIbHbIA TUCK MPEICTaBISET COOOM
CBOETO POJia MO3auKy M3 Pa3IMYHBIX TPy
KJIETOK, HalpuMep, U3 OJHHUX yYacCTKOB
MY>KCKOTO T€HUTAJIbHOTO JICKa 00pasyeTcs
ceMsIM3BepraTeNbHbIA KaHal, U3 JAPyTuX -
Pa3IUYHBIE IEMEHTHI MYCKOTO IMOJIOBOTO
YJIeHa, U3 TPETHUX - AHAJIbHBIC TUIACTUHKU U
3amuss kuika. CrenoBarenabHO, Oymyliee
pa3zHooOpa3ue KJIETOK JIeTePMUHUPOBAHO
y’Ke Ha JTMYMHOYHOU CTaJIIH.

Heoxunanueie pe3yiabTaThl OBLIN
NOJIy4EHBl TOCJIe TpaHCIUIAHTAIUU
MMaruHaJIbHBIX JUCKOB CPa3y BO B3POCIBIX
myx. KieTku HeorpaHU4eHHO NEMUINCh U
paspactanuch. Ecnu Obl pazBuTHe 3TUX
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MMaruHaj bHBIX JIUCKOB MPOUCXOAUIO B
HOPMAaJbHOW JUUYMHKE, TO 3TU KIETKHU
npekparund Obl JIeJIeHHEe C HadalloM
Metamopdo3sa: Mmoj BIUSHHUEM TOPMOHA
HACEKOMBIX AKIUCTEPOHA OHU Obl HayaIu
T hepeHITUPOBaThCS B TAKHE CTPYKTYPHI
B3pOCIIBIX 0COOEH, KaK IIETHUHKH, BOJIOCKH,
KOTOTKH U T.J. HeorpaHu4eHHbIN pOCT 3THX
KJIETOK, IEPECAKEHHBIX B OPIOIIIKO B3POCIIBIX
MyX, Tipoorpkasicst Oonee 6 siet. [Tockonbky
Myxa Japo3o¢uiia KUBET OKOJIO Mecslla,
Pa3MHOKAIOIIHECS KIIETKH MEPECaKUBAIU B
HOBYIO MyXy 4epe3 Kaxpie 2 Henenu. [Ipu
5TOM KIJIETKM IepeHecau cBbime 160
nepecaziok. XOTs TPaHCIUIAHTAHTHI KUJIU BO
B3POCTIBIX MyXaxX rojlaMu, OHH COXPaHWIIU
CBOM MCXOIHBIA IMOPHUOHAIBHBIA XapaKkTep
u He nuddepennuponanuchk. Eciu xe
U3BJICYb HEMHOTO TPAHCIUIAHTAHTA U BBECTU
B JUUYMHKY, 3TH KJIETKHU MpeTepreBalu
MeTamopho3 u HOpPMAaJbHO
nuddepeHUpoBANTUCH B CTPYKTYPHI
B3pociioro opranusma. [lpu 3Tom, ecinu
HECKOJIBKO JIET Ha3aJl JJIsl TPaHCIUIaHTAIH
OBLITM B3ATHI KPHIJIOBbIE UMAarvMHaJbHbBIC
JUCKH, TIPU 00paTHON TpaHCIUIaHTALMH
Takke QopMUpPOBAIOCH Kpblo. Takum
00pa3oM, COCTOSIHUE JIETEPMUHAIIHA MOXKET
BOCIIPOU3BOAMTRCS UTUTENILHOE BpeMs 0e3
KaKux-1ubo U3MEHEHUM. Ouensb
IPOJOJKUTENILHOE BpeMsi 3TO CBOMCTBO
JIETEPMUHUPOBAHHBIX KIIETOK MEpenacTCs
Omaromapsi CBOETO poja “KJIETOYHOMU
HACJICICTBEHHOCTH WJIM OMPEJEICHHOTO
COCTOSTHUS SJIEPHO-IIUTOTIIa3MAaTHUYECKUX
OTHOILICHUH (MM HAJMYMS B IIUTOILIA3ME
AIUTEHETHYECKUX (PaKTOPOB).

B HexoTophIX ciyuyasx HOpMalbHOE
COCTOSIHME JIETEPMUHUPOBAHHOCTH B
ombITax J. XaJopHa Pe3KO0 U3MEHSIOCH.

OdyeHb peaKo, U3 KJIETOK TeHUTAJIbHOTO
MMaruHaJIbHOTO JICKA TIOCIE TUTETHHOTO
pa3MHOXEHHUSI B  OpIOIIKE UWMaro,
dbopMuUpOBAIUCh OpPraHbl TOJIOBBI UIIH
KOHEYHOCTH, T.€. KJIETKH OOJbIIe HE
g hepeHIIMPOBaIUCh B COOTBETCTBUE C
JeTepMUHAIIMEN MX TPEIKOB - MPOMU30IILIa
TpaHceTepMUHaIKs. BHOBb mpruobpeTeHHoe
TPaHCJETEPMUHUPOBAHHOE COCTOSIHHE B
JanbHEHIIeM TakKe MepeaaeTcs 3a cYeT
KJIETOYHOM HAcCIeICTBEHHOCTH OYeHb
POAOIHKUTENTHHOE BPEMSL.

SIBneHue TpaHCIETePMUHAILINH, TAKKe
KaKk U pe3yibTaThl TPAHCIUIAHTAIUH SI/IED,
MOJIYYEHHBIC JIK. I'epnonom
CBUJIETENBbCTBYIOT, YTO B OCHOBE
i depeHITUPOBKH HE JISKUT HE0OpaTHMOe
COCTOSIHME T€HOB, TeM 0oJjiee UX MOTepsl.

OueBUIHO TaKke U TO, YTO B OCHOBE
J000r0 JETEPMUHUPOBAHHOTO COCTOSHUS
JISKUT cOATAaHCUPOBAHHAS CUCTEMA SI/IEPHO-
[UTOIJIa3MaTHYeCKUX OTHoIeHu. Kak
MOXeT chopMUpOBATHCS Takas CUCTEMa
JydIle BCEro MoKa3blBalOT Pe3yIbTaThl
CaMOT0 PaHHErO Pa3BUTHSL.

14.4. PaHHee 3Mb6puOHasibHOe

paszsumue 0po3oghusibi

Emie B 1950-e romst chopmupoBasioch
npelcTaBieHne O MopdoreHax Kak o
BEIIIECTBAX, MHAYIMPYIOMIUX 00pa3oBaHue
OIIPENENICHHBIX YacTel Tena. [ Ipeamnonaranm,
410 “3TH BemecTBa AUPGyHIUPYIOT Yepes
TKaHb U UX PACTIPE/ICIICHNE TUKTYET TOT WU
WHOU NyTh pa3BuThs KieTku . [lo3nHee
TeopHus MOp(hOTeHoB noJjy4yusa
3HaUMTENBHOE pa3ButHe. [0 coBpeMeHHBIM
MpeCTaBICHUSIM MOP(OTeH BBIICISICTCS
U3 JOKaJbHOTO MCTOYHHMKA M BO BpeMs

nociaenywmeit audpdysuum B TKaHHU
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oOpa3zyeTcsi TPaJIueHT €ro KOHIEHTPAIUH.
B xaxpao# rpyrie KJI€TOK CBOil HabOp M
KOHIIEHTpaIus MOp(OreHoB, T.e. CBOA
UHPOPMAITUS O TOCEIYIOIEM Pa3BUTUH -
ATO TO, YTO TEHETHKH PA3BUTHUSI HA3BIBAIOT
MO3UITMOHHON MH(pOpMAITUECH.

Jlydiie Bcero u3y4eHbl rpajueHThI
MOpGOTEHOB, obpazyromuecs B
pa3BUBAIOIIEMCS STUIIE IPO30(HIIBL.

H3BecTHO, 4TO y Apo30dua SHUI0
co3peBaeT B 0c000i kamepe - (POIITHKYIIE.

OTta

co3peBaroliee WO U 15 OorpoMHBIX

KaMepa COJAEpPXUT OOMUT -
MUTAOMKUX KJIETOK, QYHKIIUS KOTOPBIX
CUHTE3UPOBATh MPOAYKIIUIO u
nepekayMBaTh €€ B OOIUT. B HHUX
GYHKIMOHUPYIOT “reHsl  C
MaTepuHCKUM 3((HEeKToM”, T.€. TaKKE I'eHBI,
KOTOpbIe (PYHKITMOHUPYIOT B IMHUTAIOIINX
KJIETKaX OOIIUTOB - B OpPTaHH3ME MaTepH
elme J0  ONJOJOTBOPECHHSA  sSiIla
CIIEpMaTO30MUIOM U WH(pOPMALHSI C HHUX
niepeaaercs: B oouuT. OyMH U3 TaKUX TEHOB
- bicoid. CaMKH, TOMO3HUTOTHBIE IO
MYTaliu bc OTKIIAIBIBAIOT SIMIIA, B KOTOPHIX
HOpMaJIbHBIE YMOPHOHBI HE Pa3BUBAIOTCH,
JaXe €CJIM dTHU SHIla OMIOJOTBOPEHBI
CIIEpPMUEM, COAEPIKAIIUM HOPMaJbHBIN
annens reHa bicoid. CoBepluieHHO
OYEBUIHO, YTO BECh MPOIYKT ITOTO I'eHa,
HEOOXO MBI JUIS pa3BUTHS,
CHUHTE3UPYETCS Y MaTepH U OTKJIQ/IbIBACTCS
B SHIIE.

Oxa3zbIBaeTCs, YTO OCITKH, KOJUPYEeMbIe
reHaMu, QyHKIIMOHUPYIOIIUMU B XOJIE
CO3pEBaHUs sIIla U TPAHCIIOPTUPYEMBIC
Tyaa u3 MUTAIOIIAX KJIETOK,
pacmupenensoTcs o OCH sifra, o0pasys
I'PaIUEHThI, XapaKTepHbIC I MPOTYKTOB
kaxjaoro resa. Ha puc. 14.6. mokaszano

T.H.

pacripeziesieHue npoaykra reHa bicoid B
npeaenax simna. OH 3aHUMAET CTPOTO
oTpeNieJIeHHbIN ydyacToK. YTOOBI MPOIYKT
bicoid 3aHs1 3TO MECTO, HY)XHO, YTOOBI
nopaboTanu W JIpyrue reHul, B ciaydae
MyTalluil KOTOPBIX JAHHBIM TPOIYKT
pacupenaeiseTcs HenmpaBuibHO. Tak, B
HopManeHoM sifiie PHK rena bicoid (bc)
pacrioyaraeTcsi B y3KO JIOKQJIbHOM y4YacTKe
(puc. 14.6.a). OgHako y psijla MyTaHTOB
pactipenenenne o PHK B siinie criibHO
M3MEHEHO: B pe3yJbTaTe MyTalluu TeHa
exuperantia PHK rena bc 6omee ninm Menee
PaBHOMEPHO pacrpesieiieHa Mo BCeMy sIiry
C HEOOJBIIUM TPATUEHTOM OT MEPEIHETO
noJroca K 3a7HeMy. ¥ MyTaHtoB swallow
rpajiieHT 3TOTro Mop(doreHa BbIpakeH
CUJIbHEE, T.€. pacrpe/esieHre ero Onmxke K
HOpPMaJIbHOMY: B TEpeJHEN YacTu sila
BhIsIBIIEHO Oosbiioe ckorienue PHK bicoid
M HEKOTOpOE €€ KOJIMYECTBO PACIPEIEIIEHO
B OCTaJIbHOM 1uToriasme (puc. 14.6.6, B).

0 Q exuperantia”
B Q swallow -
r O staufen-

Puc. 14.6. Pacnpenenenue no mjinHe
aina apo3oduiasl matpuynoi PHK,
CUHUTAHHOM C reHa bicoid B HOpMaIbHON
JTUHUM (YEpHOE MATHO) (a), Y MyTaHTOB
exuperantia (0), swallow (B) u staufen
(r) (mokaszaubl mTpuxoBkoit) (M3:
Lawrence, 1992, p. 31)
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['maBa 14. I'enernka pa3Butus

CoBceMm OIM3KO€ K HOpME, HO BCE eInIé
HEHOPMAJIBHOE, paclpeiesieHue MPOoaAyKTa
bicoid oOHapy»XeHO Yy MyTaHTOB Staufen
(puc. 14.6.r): y aux PHK bicoid BooO11ie He
MIEPEXOUT B 3aHIOI0 YacTh SMOpPHOHA.

Taxum o6pazom PHK cuuthiBaercs c
reda bicoid emé B NMUTAIOLIAX KJIETKaX
OOLIMTOB B MAaT€PUHCKOM OPraHU3ME U
MOCTynaeT B SULEKICTKU. 3aTEM C
MOMOIUIbIO MPOAYKTOB JIPYTUX T€HOB, B
JIAHHOM clly4yae 3TO T€Hbl exuperantia,
swallow u staufen, sta PHK 3anumaer
ONpeIeTIEHHOE TOJI0KEHUE B LIUTOILIA3ME
aWda, T.€. CO3HAETCS ONpeacHEHHBIN
rpagiueHT B pacHpeacieHuu OTOTo
Mopdorena. B ciydae myTaruu j1r000ro U3
TPEX NEPEUUCIEHHBIX T€HOB PACIIPE/ICIICHUE
PHK bc usmensercs, 4To NPUBOAUT K
CEpbE3HEUIIINM HAPYIICHUSIM Pa3BUTHS.

N3BeCTHO, 4TO B SAMIO MOCTYIMAET
PHK, cunranHas ¢ orpOMHOr0 Yucia TeHOB.
[Tockonbky kaxnad u3 3tux PHK emé u
pacnpeiensieTcsi Mo CBOMM MeCTaM B sMIIe
B PE3yJIbTaTe€ aKTUBHOCTH JIPYTUX T'€HOB,
COBEPILICHHO OYE€BHUIHO CKOJIb OTPOMHO
YHUCJIO TEHOB, YyYaCTBYKOIIUX B
(GhOopMHUPOBaHUHU STHIIA.

[Ipu co3peBaHnu silla B OpraHU3MeE
MaTepu 00pa3yroTCs YeThIpe HE3aBUCHMBIX
cucteMbl: 1. Ilepenne-3aguuili rpaiueHT
oenkoB (PHK) rena bicoid, 2. I'paguent
OeNika TeHa nanos, Pacloj0XCHHBIN B
3aHEW YacTH SUIAa U HEOOXOMUMBIN IS
pa3BUTHS Opromka MYXH. 3.
TepMuHUpYIOLIAs CUCTEMA - TO TPAIUCHTHI
OesIKka reHa torso, pacrtojIoKeHHbIE Ha 000HX
IoJjirocax siia M HeoOXOAHMMBIE I
OMPEICIICHUS TOJIOBHOM M XBOCTOBOM YacTH
tena. 4. Jlop3o-BeHTpaibHasi CUCTEMA,
KOTOpasi 3aBUCHUT OT aKTHUBUPOBAHMUSI

PELIETITOPHOTO OemKa, KOJUPYEMOro TeHOM
Toll (puc. 14.7.).

B cBoio ouepenn, mociae 3aHATUS
NpaBUIBHOTO TOJOXEHUA B sHIle,
NpONYKTHl TaKUX TEHOB, Kak bicoid,
BCTYIAlOT BO B3aUMOJICUCTBUE C JAPYTHMMU
reHaMH, KOTOpble aKTUBUPYIOTCS TMOCIE
OILTOJIOTBOPEHUSI U 00pa30BaHUsl 3UTOTHI
(3urotrnueckue reHbl). benku rena bicoid
CBSI3BIBAIOTCS C KOHTPOJHUPYIOUIUMU
paiiloHaMu 3UTOTHYECKHUX TEHOB U
akTUBUPYIOT uX. [IOHATHO, YTO KIETKa,
BO3HHUKaIOIasi B 00JacTH JIOKAIU3aIUU
MopdoreHna bc, OyeT UCIBITHIBATH €TI0
BIMAHUE, UM pa3BUTHE TOWAET B
omnpeAeIEHHOM HampaBiieHuu. Eciu ke
KJIETKa pacrojiokKeHa B 3aJHEH YacTu
sMOpHoHa, rie Mopdorena bicoid Het (cM.
puc. 14.6.), ona OyageTr pa3BUBaThCA B
IpYroM HampaBlieHHH. Takum oOpaszom,
Habop OTIpeIeTICHHBIX OCNKOB,
HaKOTIJIEHHBIX IUTOIIA3MON K JaHHOU
CTaJMU Pa3BUTHS, CIOCOOCH aKTHBUPOBATH
oTnpe/eeHHbIN Habop TeHOB, Oiaromaps
yemMy Ju0O0 MOAAEpKUBAETCS JaHHOE
nuddepeHIUPOBAaHHOE COCTOSHUE, JTHO0
pa3BUTHE MPOJBUTAETCS JAJbIIIe.

Kakum oGpa3zom OeNKOBBIA MPOAYKT
OJTHOTO T'€Ha MOXKET B3aMMOJICHCTBOBATH
¢ apyrum renom? (Oxazanochb, 4TO

hunchback
torso

|
|

bicoid

nanos

Puc. 14.7. Pactipenenenre MophoreHon
PHK mno mnpomonpHOW ocu suna
npo3oduisl (U3: Lawrence, 1992, p. 42)

14-10



['maBa 14. I'enernka pa3Butus

pEeTyJISITOPHBIE YAaCTH T'€HOB COAEpKaT
crienuUIecKue TpynIbl HYKJICOTHIOB
(MOTHUBBI), HMEIOIIHE CPOJACTBO K
OIpeIeICHHBIM coYeTaHUIM
AMUHOKHUCJIOT (IOMEHaM) B MOJEKYyjax
oenkoB. [locanka pa3mUUHBIX OCIKOBBIX
(haKTOpOB Ha COOTBETCTBYIOIINE MOTHBBI
B HUTH JJHK npuBoguT x uameHeHusm ee
NPOCTPAHCTBEHHON OpraHMU3alluu M
HadYaay TPAHCKPUNIHUU KOJUPYIOIICH
qyacTu TeHa (ecaum OeJoK SBISACTCS
AKTHBATOPOM) HJIM OJOKHPOBAHUIO

TPaAHCKPHUIIUHU (eciu OeNIoK SBISETCS

pPa3BUTHUC HpaBHHBHOﬁ CEIrMCHTAaluu TCJia

npo3odunapl. BuaHO, YTO MOTHUBHI

HYKJIEOTHUOB, CBSI3BIBAIOIINX

aKTUBUpYIOIIHE OeNKH reHoB bed u hb

4acTO MEPEKPHIBAIOTCS ¢ MOTUBAMU, Ha

KOTOpBIE€ cafaTcsi OENKH, MOAABIISIONINE

TpaHCKpUIILUIO (TeHbl K7 U gt).

OTU NaHHBIE CBUMETEIBCTBYIOT O
YTO pacHoJiokKeHue OeNKOB,

B MAaTCPpHUHCKOM

TOM,
CUHTE3UPOBAHHBIX
OpraHu3Me, B ONPEICTICHHON YacTH sSiIa
(cm. puc. 14.7.) umeeT mepBOCTEIEHHOE
3HAYCHHE JJISl MPOIlecca aKTHBUPOBAHMSI

UHAKTUBATOPOM). r€HOB B YK€ HayaBIIeM pa3BUTHUE
Ha puc. 14.8. nzo6paxxken pparmeHT >MOpuoHe. SICHO, 4TO TeH eve OyaeT
(oxkomo 700 map HYKIEOTHAOB) (YHKIMOHUPOBATH B TOM YacTH SMOpPHOHA,
pPETYNSITOPHON YacTu TeHa eve (even- B KOTOPOM  COAEPKUTCS  MHOTO
skipped), KOTOpBIH KOHTPOJUPYET MaTepUHCKUX OelkoB bcd m hb v He Oyner
hb bed
| ] ]
GGAAGTCATAAAAACACATAATAATGATGTCGAAGGGATTAGG
0 | ] I ]
\\\ gt Kr ///
-1500 N e -800
Kr gt gt Kkr \\\ gt Kr //’/ Kr Kr
a %% o - x - é?%p LR
" bed bed R bed bed hb  bcd hb hb
! ) b = =~ ~
1 RN
! = \\
! h = ~ ~
! bed bed S~
[ I
B GTTAATCCGTTTGCCATCAGCGAGATTATTAGTCAATTGCAGTTG
— [ ]

Kr

gt

Puc. 14.8. YacTtb perynsaTopHoro ydyactka resa eve mmmHoit 700 map HyKJI€OTHIOB
(ot -800 mo -1500 mH) (U3: Lawrence, 1992, p. 73). Ha puc. a HapucoBaHa B
macmtabe HuTh JJHK, Bbllle W HMKE KOTOPOl COOTBETCTBYIOLIMMU CUMBOJIAMU
M300pakeHbl YUYaCTKHU MOCAAKU OEKOB, KoAupyeMbix reHamu Kr, gt, bcd w hb. Ha
pucynkax 0 ¥ B MOKa3aHbl MOCJIEA0BATEILHOCTH HYKJICOTHJIOB, CBSA3BIBAIOLINE
JaHHBIE OETKU
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(YHKIIMOHUPOBATH B KIIETKAX, COMCPIKAIIINX
u30bITOK OenkoB Kr U gt.

OmHUM U3 TEHOB, OCYIIECTBIISIONINX
BOKHEHITYIO (DYHKIIMIO HA PAHHUX dTarax
AMOPHUOHATILHOTO Pa3BUTHS, sIBIIsieTCS BX-
C (xommuekc Bithorax). U3BecTHO, 4TO
OOJIBIIIMHCTBO TPEACTABUTENECH KUBOTHOTO
Mupa (MCKITI0Yast KPYIIbIX YepBei) UMEIOT
cerMeHTanbHoe crpoenue (puc. 14.9.), Te.
TEJIO0 COCTOUT M3 CEPUU CETMEHTOB. Y
MJICKOTIMTAOLINX CETMEHTAIBHOE CTPOCHHUE
HaOJII01aeTCsl TOJIBKO Ha CAMBIX PaHHUX
sTanax SMOpPHUOreHe3a U ATU CETMEHThI HOCSIT
Ha3BaHUE COMHTOB.

VY apo3o¢uiibl TUYUHKA UMEIOT SIPKO
BBIPAKEHHBIE CETMEHTHI, Y B3pPOCIBIX MyX
CErMEHTAIINI0, 0COOCHHO OpIOIKa, JIETKO
3aMETUTh JJa)Ke HEBOOPY>KEHHBIM IJ1a30M
(puc. 14.9.). MoxHO BBIIEIUTH BCero 12
CErMEHTOB: OIUH TOJIOBHOM, TP TPYIHBIX U

BOCEMb OproIIHbIX. Kakplil cerMeHT nMeer
YHUKaIBbHBIA HA00p quddepeHITpOBaHHBIX
Mopdosioruyeckux cTpykTyp. Hampumep,
ME30TOpPAKAJIbHBIM CETMEHT HECET mapy
KPBUIbEB U Mapy HOT, METAaTOpaKaIbHbIN -
napy HOT M Mapy rajbTepoB - 0COOBIX
OyJIaBOBHIHBIX 00pa30BaHMi, TOMOTAIOIINX
ylepXuBaTh paBHOBECHE B TMOJIETE.
XapakTepHbIii HA0Op MOXKHO HAaWTH U Ha
CerMeHTax JUYUHKY (cM. puc. 14.9.).

ITo MHEHHIO BBIJIAIOIIETOCS
aMepUKaHCKOTo y4deHoro OnBapia Jlbtouca,
MYXH 3BOJIFOLIMOHUPOBAINA U3 HACEKOMBIX,
MMEBIIUX YEThIPE KpblIa, a HACEKOMbBIC B
OpOU3OILIN U3
YJICHUCTOHOTMX, UMEBIIIUX MHOXECTBO HOT.
B xone sBommouy MyX y HUX JTOJDKHBI ObUTH
chopMHUPOBATHCSI HECKOJIBKO TPYIIT T€HOB:
T€, KOTOpPbIE TMOAABISIOT Pa3BUTHE HOT' Ha

CBOIO o4cpclb,

6pIOIHHLIX CCIrMCHTAaX MHOTOHOXKO-

a o

HEAD
N\ Z

PRO

MS

MT
AB1
AB2
AB3
AB4
AB5S
AB6
AB7
AB8

Puc. 14.9. Cxema cerMeHTaIbHOT'O CTPOEHUS JUUYUHKU (a) U B3POCIOA MYXH
npozoduisl (B) (U3: Lewis, 1978). Ha 0600mmenHoi cxeme (puc. 6) BUAHO, UYTO
KaK JJMYUHKA, TaK U B3pOcCias Myxa UMEIOT OoOIIMiA mpuHIUN cermMeHTanuu. OHu
umeroT rosioHout cermeHT (HEAD), Tpu rpyansix cermenta (T1, T2, T3), a Takxke
8 opromHbix oT AB1 1o ABS. Kaxaplif U3 CerMeHTOB, Kak y JUUYMHKH, TaK U
MMaro UMeeT CBOW HAOOp OpPraHoOB, OTIIMYAIONIUN TAHHBIA CErMEHT OT OCTaJIbHBIX
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a 2120 -100 -80 60 40 20 0 420
o H H
B .\AN

- J \

+40

Wr

+60 +80 +100 +120 +140 +160 +180 +200 TIH

H

"IW TPAHCKPHIT

Y
Ubx

HYKJI€OTHAOB. 0 - 3aTCHEHHbIE yYaCTKU

cTpykrypa. Kogupyroniue y4acTku reH

3aTe€M TPAHCIUPYETCS B MOJEKYIy Oelka

Puc. 14.10. Cxema opranuzanuu komiuiekca reHoB BX-C: Ubx, abd-A w Abd-B
(A3: Lawrence, 1992, p. 116). a - paccrosinue Ha kapte JIHK ot ctaproBoit Touku
Havasia kjoHupoBaHus rexHa (0), t.e. macmtad manunsl JJHK B Thicsiuax map

reHoB. H - palioHbl nokanu3anum roMeogOMEHOB. B - 3K30H- MHTPOHHAs
PacIoIOKEHBI B COOTBETCTBYIOIINX YYACTKaX FT€HETUUECKOM KapThl. Mex 1y HUMU

PACTIOIOKEHBI HEKOAUPYIOIINE UHTPOHBI. DK30HBI MEXAY CO00Il COEIUHEHBI
3urzarooOpaszueiMu JuHusAMHU. Tonbko Ta PHK, xotopasi cuutana ¢ 3K30HOB,

J
Y
Abd-B

v

abd-A

- PEeryJaaTopHbI€ MOCIEI0BATEIbHOCTH

OB B BUJC YCPHBIX IPAMOYTOJIbHHUKOB

noJ00OHBIX MPENKOB, a TaKXKe T'EHOB,
NOJABJIAIOIINX PAa3BUTHE BTOPOM IApHI
KpbUIbeB. J[oymKHA Takxke Oblia MOSBUTHCS
rpymnmna reioB, GOpMUPYIOLIUX HOBBIE

CTPYKTYPHI:
CETMEHTHI.

rajbTepbl U OpIOIIHBIE

OnHHMM W3 TE€HOB, BIMAIOIIMX HA 3TU
npoueccol, sBnsiercss BX-C. B xone cBoux
DKCIIEPUMEHTOB . JIbtouc ynamwi ren BX-
C c noMoIb0 HEOOJNBIION HEXBATKHU
XpPOMOCOMHOI'0 Marepuajlia B TOM paioHe,
e 3TOT IeH Jiokanu3oBaH. Opranusm 0e3
ATOTO T€HA Pa3BUBAETCSA O KOHIIA IEpUoaa
AMOPHUOHATBHOTO PA3BUTHUS U 3aTEM T'MOHET.
AMOPUOH  MOXKHO
paccMoOTpeTh. Pe3ynbpraTsel OKa3aluch
NOPA3UTENbHBIMU. DTOT OPTaHU3M HMEI
OYEHb XapaKTEPHYIO MOP(OJIOTHIO: Y HETO
OBLIM TOJBKO BTOpPHIE TOpaKajIbHbIE

[Torubmmuii

CETMEHTHI (M ME30TOpaKaJIbHbIC Ha PUC.
14.9.). Ecnu OBl 3TOT OpraHu3M OCTaJCA
HUTh U BBIPOC BO B3POCIYIO MyXY, TO OHa
ob1 nmena 10 nap kpbutkeB 1 10 map Hor: O.

JIprouc caenai BBIBOZ O TOM, YTO (DYHKIHS
reaa BX-C 3axirouaeTcsd B WHAKTUBAIIUU
I'€HOB, (DOPMUPYIOIIMX HOTH U KPBUIbS BO
BCEX MOCJIENYIOIMMUX CErMEHTAX IOCJIE
BTOPOI'0 TOPAKaIbHOIO U B (POPMHPOBAHUU
BCEX CTPYKTYpP Ha OPIOIIHBIX CETMEHTAaX.
B pganpHEeMmmMx >sKcHnepHMEHTaxX
OoKa3anoch, 4yTo BX-C cOmepX)uUT TpH
pa3muunbix reHa: Ubx, abd-A n Abd-B (puc.
14.10.). Kaxxnp1ii u3 HUX KOHTPOJIUPYET
(dbopMUpOBaHUE ONPEIEICHHON TPYIIIbI
CEeTMEHTOB. ITUX

MyTanuun TE€HOB

3aCTaBJIAIOT MOCIEAYIONIHNE CETMEHTHI
npeasIAymue,
TF€HETHYECKHI NOPAI0OK MYTaHTOB Ipy0o

pa3BHUBATLCA B u

COOTBETCTBYET MNPOCTPAHCTBEHHOMY
MOPSIZIKY OpPraHoB 1o ocu Tena (puc. 14.11.).
Tax, eciu Bce Tpu reHa ynanensl (Ubx, abd-
A, Abd-B~ na puc. 14.11.), HopmManbHO
Pa3BUBAIOTCS TOJBKO IEPBBIN TOPAKATBHBIN
(T1) u neBsiThiit OprourHOM (A9) cerMeHTHI,
KOHTPOJIUPYEMbIE APYTMMU F€HaMH, BCE

octaibHbie cerMeHTol (T3 wu Bce
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MOCIIETYTOIIHE OPIOIITHBIE ) PA3BUBAIOTCS KAK
oonee pannue T2.

Ecnu ren Ubx coxpaHsiercs, HO
noBpexatorcs abd-A n Abd-B, HopManbHO
Pa3BUBAIOTCS] BCE TPY/IHBIE CETMEHTHI, a BCE
OpIOIIHBIE MPENICTABICHBI CAMBIM TIEPBBIM
Al (puc. 14.11.).

[Ipu moBpexnenuun Abd-B reHa
HOPMaJIbHO Pa3BUBAIOTCS BCE T'PYJIHbBIC
CErMEHTHI, 3aTeM OproiHbie Al, A2 u A3,
BCE OCTaJIbHBIC MPECTABICHBI CETMEHTOM
A4 (cm. puc. 14.11.).

B MonekynsapHO-reHEeTHYeCKUX
HKCIIEPUMEHTAX BBISICHIJIH, YTO BCE TPU I'eHa
komIuiekca BX-C MMEIT rOMOJIOTUYHBIE
ApyT ApYyTYy
MOCJIeIOBATEIbHOCTH HYKJICOTHIOB B HUX
dbakTuyecku oamHakoBel (6onee 90%
cxozcTBa). [locnenoBaTebHOCTD IITMHOM

y4acCTKH, T.C.

180 map HyKJI€OTHIIOB, KOTOpask uMesa
HaMOOJIBIITY0 TOMOJIOTHIO, HA3BAId TOMEO-
JIOMCHOM.

K Hacrosimemy BpeMEHU HaWICHBI
COTHH T€HOB, 00JIaAIOIINX TOMEOJOMEHOM:
Y UeJIOBEKA, MBIIIEH, TITULL, JISTYIIICK, YEPBEH,
KYKOB. DAKTUUECKHU BCE TMPEICTABUTEIU
YKUBOTHOTO MHpa, TPOXOJIAIINE XOTs ObI Ha
HEKOTOPBIX ATamax pa3BUTHUS CTaIUIO
CerMEHTHUPOBAHHOTO 3apOJbIla, UMEIOT
TeHBI, 00JIaJIaloIINe TOMEOJIOMEHOM. A Y
npo3oduibl HalieHo okono 100 reHos,

lomosnenue 14.1.

HooGenesckast npemus 1995 rona
Oblna npucyxaeHa J. Jlsroucy, X.
Hrioccnaiin-Bonxapn u O. Bumaycy
(E.B. Lewis, C. Nusslein-Volhard, E.F.
Wieshaus) 3a OTKpbITHE TEHETUYECKOTO
KOHTPOJISI paHHEro SMOPHUOHAIBHOTO
pa3BUTHS.

OUKHI THIT T | | T {2
a upxt i \

abd-A™ L
Abd-B* T}\-

M a2 a3 A4 AS

0 |
. H8%
T2 :;_h-—-__,h__.l_d— T2 T2
2
Ubx+ I.
B x\\q‘
T ’/—/
12 ::_'“"-—-—-4—'— il il
A1 AM A1l A A1
Ubx* [
T abdA™ x\h
™ /—/
ko :—h""""'_'_ a M i
M op2 a3 om M
Puc. 14.11. Cxema HapyuieHuu

1 depeHITMPOBKH B pe3yJIbTaTe MyTaIyii
reHoB Ubx, abd-Aw Abd-B (U3: Lawrence,
1992, p. 112). a - Bce Tpu reHa paboTaroT
HOPMAaJIbHO, Y SMOpHOHA HOPMAaJIHHO
pa3BuThl TpyaHbie cerMeHThl (T1-T3) u
opromabie (A1-A8). 6-r - Hapymenus
CETMEHTAIMHY B PE3YIIBTATe MyTUPOBAHUS
OJTHOTO, JIByX HJIM BCEX TPEX T'€HOB

COIEpKaliX B CBOEM COCTaBE TOMEOOMEH.
180 map HYKJI€OTHIOB TOMEOJOMEHA
KOJUPYIOT (hparMEHT MOTUIIEHTUAA JTUHOM
B 60 aMMHOKHCIIOT, KOTOPBIA CKpy4YeH B 4
O-criupany, Kaxkaas U3 KOTOPBIX OTIeNIeHa
OT APYTOM HAKJIOHOM OCH BpaleHus. TpeTbs
U3 3TUX CHHpaIed MOMENIaeTcsl B OOJBILIYIO
00pO3aKy JIHK,
MOCJIEJOBATENbHOCTh HYKJIEOTUIOB H

OIIO3HACT

CBA3BIBACTCS C HUMH.
TakuMu CBOWCTBAMHU CTPYKTYpPBI
o6nanaror JJHK-cBs3pIBaromue Oeaku -
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dbakTopsl TpaHckpuniuu. Ilpomeccs
B3auMozencTeusa Hykieoruaos JHK u
O0enka-daktopa
TPAHCKPUIIIIUA OPTraHU30BaHBI TakK, 4TO

AMHWHOKHUCJIIOT

onpejaesieHHass MOCJEA0BaTEIbHOCTD
HYKJI€OTUJOB CBSI3bIBAETCS TOJBKO C
OMNpEEICHHON MOCJIEI0OBATEILHOCTHIO
aMUHOKHCIIOT. [ToaTOMY HYKJI€OTUIBI B
TrOMEOJIOMEHE U PACIIOJOXKEHBI B TaKOM
KOHCEPBAaTUBHOMN MOCJIEI0BATECIBHOCTH Y
MPEICTaBUTEIICH pa3HbIX THUIIOB, KJIACCOB,
POZIOB M BUJIOB )KMBOTHBIX. Hanpumep, us
60 aMHUHOKHCJIOT B FOMEOJIOMEHE MYXH
Ipo30(UIIbI U JIATYIIKH KCEeHomyca 55
0Ka3aJInCh OJMHAKOBBIMU.

PaccMoTpeHHbIC BBILIE JaHHBIC
HECOMHEHHO CBHUJAETEILCTBYIOT O TOM,
4YTO pa3BUTHE - DOTO TPOIECC
IMOCJIEA0BAaTCIBHOIO BKIIOUEHHUS BCE
0osiee u OoJiee yCIOKHSIOMIMXCS TeHHBIX
cucteM. [Ipu »TOM MPOAYKTHI OJHUX
reHOB HaXOdsiT crelnuanbHbBIC
MOCAJ0YHbIC TJIOMIAJKH B PETYIATOPHBIX
pailoHax JIpyrux I'€HOB, CAASITCA HAa HUX
M BKJIIOYAIOT ATH TE€HBI B aKTHBHOE
dbyukimonupoBanue. M Tak - crutonrHas
IMOCIEA0BAaTCIbHOCTh BKIIOYCHHHN H
BBIKJIIOYCHUM T€HOB.

14.5. (loMosio2us1 2eHos,
KOHMPOJIUPYOWUX paHHee
paseumue

Onucano orpoMHoOe paszHooOpasue
TUTIOB, CTPOCHUS U (DYHKIIMOHUPOBAHUS
a3 y *KHUBOTHBIX (puc. 14.12.)

VY npozodunsl mytanus eyeless (ey)
TIOJIHOCTBIO OCTAHABJIMBAET PA3BUTHE TIa3a
(cM. puc. 4.3.). Y MBIIIM U KPBICHI MyTalUs
Small eye (Sey), a y uenoBeka - Aniridia,
OCTaHaBJIMBAET PAa3BUTHE IJ1a3 U HMOpHOHA
B I[EJIOM.

Oxkazayioch, 4yTo OCJIKH, KOTUPYyEMbIC
3TUMHU TreHaMH (Pax-TeHbl), SABISIOTCS
dbakTopamu TpaHckpunuuu. CTeneHp
TOMOJIOTHH STHX I'€HOB 110 AMUHOKHCIIOTaM
nocturaet 97%.

brein clenaH (1 (107100118707
AKCIEpUMEHT. M Crnonabp30Baiu JUHUIO
npo3odusi, TpaHC(HOPMUPOBAHHYIO TEHOM
GAL4, BBIJICIICHHBIM U3 T€HOMA JPOAOKEH.
DTOT reH BCTPOMIICS B TEHOME JPO30(HIIBI
MOoJI JYHXaHCEP, MHAYIUPYIOMHUN €ro
AKCIIPECCUIO B KPBUIOBBIX, HOXHBIX U

AHTCHHAJbHBIX MMaruHAIbHBIX JTHCKaX
(puc. 14.13).

Puc. 14.12. CxemMa cTpoeHus 17asa y
yenoBeka (a), kaiabmapa (0) u
npo3oduisl (B). (M3: Halder et al.,
1995b). r, 1 - pa3pe3 ceryarku, € -
cpe3 uepes

NpPOAOJbHBIN OJIUH

OMMAaTHIUN
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['enoMHBIN

dHXaHCep

GALA4

1996)(O0bsicHEHUsI B TEKCTE)

///—’—_—>CHUJ4
—O0OO0OC0— eyeless kIHK amOpuona ——

UAS
Puc. 14.13. UngyuupoBanHas skcripeccusi rena eyeless y npozoduisl (U3: Gehring,

ITon NEUCTBUEM T€HOMHOTO
PHXaHcepa cuHrtesupyercs 0enok GALA4,
KOTOPBIM B CBOIO OYEpPE]b SIBISCTCS
aKTUBATOPOM TPAHCKPHUIIIUH, KOTOPBIH
MOXXET 3aCTaBUTh JKCIPECCHPOBATHCS
1000 TeH, €CIM OH PAaCIOJIOKEH Cpa3y
nocie UAS (upstream activating sequence).
UAS cocTouT U3 NATH CAiTOB CBSI3bIBAHUS
oenka GALA4.

TpaHc(OpMUPOBATH MYX KOHCTPYKIIHEH,

Ecau  BTOpPHYHO
cocrosimed u3 UAS U HYyXKHOTO reHa,
Hanpumep reHa wim kJIHK ey, kak 3710
nokazaHo Ha puc. 14.13., 3ToT ren Oyner
HKCIPECCUPOBATHCSI HE TOJIBKO B IVIa3HBIX,
HO Y HOYKHBIX, KPbUIOBBIX U aHTECHHAJIbHBIX
MMaruHajdbHbIX HUCKax. B pe3ynbrare y
UMaro o0pasyroTcst JOMOIHUTEIbHBIC IT1a3a
HA HOTaX, aHTEHHAaX M KPbUIbAX. JTO TakK
Ha3bIBa€Mbl€  JKTOMUuYeckue  (T.e.

BO3HUKIIIME HE Ha CBOeM MecTe) miaza. OHu
UMEIOT HOPMaJIbHYI0O MOPQOJIOTHIO C
HOPMaJIbHBIMH dboTopenentopamu,
JUH3aMU U TUTMEHTHBIMHU KJIETKAMH.
Oxka3zanoch, 4TO HKTONMUYECKHUE Tia3a
BO3HUKAIOT, €CIIM BMECTO COOCTBEHHO TeHA
eyeless nposoduie BBecTH TeH Small eye
MbImy (puc. 14.14.).

Kak OblJIO HETaBHO YCTaHOBJICHO,
okos10 2500 reHOB BOBJICYEHO B Pa3BUTHE
rjJa3a M BeCh Kackaj IeHOB MPSIMO HIIH
OMOCPEIOBAHHO KOHTPOJIUPYETCS OJHUM
TJIaBHBIM, WJIM MacTep-reHoM. VIMeHHO
MaTep-TeHbl, KOTPOJIUPYIOIIUE pa3BUTHE
Ha paHHMX dTanax MOpHUOreHe3a U UMEIOT
MaKCHUMAJIbHYI0O TOMOJIOTHIO  (CM.
nonoaHuTenbpHO: Quiering et al., 1994;
Halder et al., 1995a,b; Gehring, 1996).

Puc. 14.14. UHxykmus 3KTONMMYECKOTO T71a3a Ha aHTEHHE JIP030(UITbI, BO3HUKIIIETO
B pe3yabrare uHaykiuu rena Small eye muimm (U3: Gehring, 1996). Menbiiee (a) u
Oosbiee (0) yBEIMUEHHUE TOJIOBBI MyXHU C OOJBIIUM CIOXKHBIM (PACETOYHBIM [J1a30M
Y MaJICHbKUM JKTOMTMYECKUM TJIa30M Ha aHTEHHE
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Bansrep I'epunr
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14.6. Anonmo3 (leHemu4ecku
3anpo2paMMuposaHHasi cMepmb
Krnemku)

(Cm. Arom, 1996) (1e yuran).

14.7. leHemu4Yeckuli KOHMPOIJIb
Memamopgo3a y HaCeKoOMbIX

(He uuTa).
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