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I'JTABA 24. 3BOJIIONUOHHASA BUOJIOTUSA PA3BUTUSI.

Conepxanue  TpeABIIYyIIMX TJIaB  JaeT OOMMPHBIA  Marepuan, KOTOPBIHA
CBUACTEIBCTBYET O TOM, 4YTO OSMOPHOT€HE3 IKUBOTHBIX, C €ro CIOXKHBIM
NEperyIeTeHUeEM  IPOLECCOB  POCTa,  KIETOYHOW  auddepeHunanuu u
dbopMooOpa3oBaHusi,  KOHTPOJUPYETCS M  HANpaBIsETCS  pPa3BETBICHHBIMU
FCHCTUYCCKHMMHU, MMO-BUAUMOMY, CAMOHACTPAWBAIOMIUMUCA CUCTCMaMMU. Hu OAHH

(hopMo0OOpa30BATETBHBINA TPOIECC HEBO3MOXEH BHE PAMOK 3THX CHCTEM.

Jlig Toro, 4robbl B XO0/€ MCTOPUYECKOTO DPA3BUTHUS KUBOW MPUPOIBI MPOU30ILIA
ABOJIIOLIUS CTPYKTYp M MX (PYHKIIHH, 4T0ObI 00pa3oBaiucCh HOBBIE BUJBI MK Oolee
KpyHHbIE CHCTEMAaTUYECKHUE TPYMIbl, JOJKHBI IPOU30HTH HU3MEHEHHUS B
TEHETUYECKON CHCTEME YIpaBJICHHUS OHTOTCHE30M aHIECTpalbHOH  (popmbl. DTH
U3MEHEHHUSl COXPAHATCS B psAy IOKOJIEHUH JMIIb B TOM CJIy4yae, €CJIM HOBBIE
CUCTEMHBIE CBSI3M MEXAaHHU3MOB pa3BUTUS U HOBBIE CTPYKTYpHbIE 0Opa3oBaHUs
JOKQXYT CBOIO KU3HECIIOCOOHOCTH TMOJI )KECTKUM KOHTPOJIEM €CTECTBEHHOTO 0TOOpA.
Eme B 1970-x romax Poem bpurrenom u Opuxom 3Buaconom (1971) Obuio
BBICKA3aHO MPEICTaBICHUE O TOM, YTO IBOJIOLMS OHTOTE€HE3a BO MHOI'OM SIBJISIETCS
OTPaXEHUEM HBOJIIOLUU TPAHCKPUIIMOHHBIX PETYJISATOPHBIX CHUCTEM. OBOJIOLHUS
¢dbopM BO3MOKHA TOJBKO TPU YCIOBHUU SBOJIOIUN MEXaHU3MOB, OIPEIEISIONINX
CTaHOBJIEHHE 3TUX (OpM B OHTOreHese. J[pyrumu ciioBaMH, B OCHOBE 3BOJIOLUU
Metazoa JE€XHUT D3BOJIOLUS TE€HETUYECKUX CHUCTEM, KOHTPOJIMPYIOUIMX UX

HHIAWBHUIYaJIbHOC Pa3BUTHUC.

KoHeuHO, OTHOIIEHUST MEXly IBOJIIOIMENH ONOJIOTUH Pa3BUTHS U BUA000pa30BaHUEM
UMEIOT OoJiee CIOXKHBIN XapakTep, U BUI00Opa30oBaHUE MPOUCXOIUT, OYEBHHO, IO
CBOMM 3aKkoHaM. J[OCTaTOYHO BCIIOMHHUTH BUJBI-IBOMHUKH, KOTOpBIE, HE HMes
3aMETHBIX ~ MOP(OJIOTMYECKHX  PAa3NIW4Mid, TEeM  HE  MEHee,  SBISAITCA
HeckpelmuBaromuMucs "xopomumu" Bugamu. C npyroit ctoponsl, eme Y. /lapBun
OTMeuall, 4To B Ipeesax OJHOrO BUAA, HANpUMep, y co0ak WM roayOed, mHOraa
BO3HUKAIOT MOpP(}OJIOTHYECKHE pa3iIuyusi, KOTOpbleé IO CBOMM MacuiTabam
IIPEBBILIAIOT MHBIE MEKBHUIOBBIE. TeM HE MEHEE, MOKHO yTBEPKIATh, YTO IBOJIIOLIHS
MEXaHU3MOB  HMHJMBUAYAJIBbHOTO  pPa3BUTUS  ABISETCA  IJIABHOM  IPUYMHOM

BO3HHUKHOBCHUA OT'POMHOTO pa3Hoo6pa3I/I>1 (I)OpM JKNBOTHBIX.
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Cpenu HekoTOpoil uyacTd MOpQOJIOTOB OBITYyeT MHEHHE, YTO NpPU IMOCTPOCHHUH
(UIOTEeHEeTUYECKUX ~ CHUCTEM  SBONIOIHMOHHAS ~ MOpQOIOTHs  UMEeT  HEeKue
MPEUMYILIECTBA TEepe] APYTMMH IHUCLUIUIMHAMH, U YTO BBIBOJBI, BBHITCKAIOIINE W3
UCCIIEIOBaHUsI BO3MOXHBIX IyTell H3MEHEHUsS CTPYKTyp, Oojiee BECOMBI, YeM
BBIBOJIbI, OCHOBAHHBIE Ha aHAJIN3€ WU3MEHEHHUs TreHOMOB. [IpoTuBomocTaBiIsATH
TCHETUKE DBOJIOIMOHHYI0 MOPQOJIOTHIO, HAICHsA ee KaKUMU-TO OCOOBIMH
MpEeUMylIeCTBAMH B MOHMMAHUU MPOIECCOB (PUIOTEHUU, MPUHIIUIHAILHO HEBEPHO.
[Ipupona enuna. Tonpbko B HAIIEeM CO3HAHUU --- [ yA0OCTBa aHanmu3a ---
MHOT'OYPOBHEBBIE IO CBOEH CYTH SIBJIEHUS MOYKHO IOJPA3/IEIUTh HA AHATOMHUYECKHE,
[UTOJIOTUYECKUE M MOJEKYJSPHBIE cOCTaBisomue. Pemenne Takoro poaa npodiem
BO3MOXXHO TIPH KOOTIEpalliy pPa3HBIX HAMpaBICHWA HcciaenoBanuii. HeoOxommm
CUHTE3 aHAJUTUYECKUX JaHHBIX OO0 5BOJIONUU HA BCEX YPOBHSIX OpraHU3alUd

KHUBOTO, T. €. HGOGXOIII/IMa I601IOYUOHHAA buonoaust paseumust.

B xome »sBodOUMHM KUBOTHBIX NPOUCXOJUT KaK BUJOMU3MEHEHHME, TaK W
BO3HMKHOBEHHE HOBBIX TreHOoB. (OOpa3oBaHHME HOBBIX TI'€HOB O0O0YCJIOBIEHO
pa3IMYHBIMM TIEPEeCTPOMKaMHU TEHETHYECKOro MaTepuana U, TpexkAe BCEro,
OyTJIMKalMed TeHOB, KOTOpas CO3/JaeT MNPEANOChUIKM Uil HUX MOCIEAYIOIIEro
pacxoxaeHusi, win nueepcudukanuu. OmnpeneneHHyl pojib B HOBOOOpa30BaHHUU

TCHOB MI'PAET TaKXKe CIUSHUE TeHOB U 000CO0JICHNE UX YacTeil.

JluBepcuduKkanys TEHOB TMPOUCXOAUT Ojaromaps TEHETHUYECKUM H3MEHEHUSM,
MPOUCXOMAIIAM CIIOHTAHHO WIIM B XOJ€ PEKOMOWHAIIMM, a TAKKe MOJ| JCHCTBHEM
paauaniy, XAMHYECKUX areHTOB, U APYTHX (aKTopoB. MOTyT BO3HHUKATh TOUCUHBIC
MYTaIliH, B X0/I€ KOTOPBIX MPOUCXONT MEPECTAaHOBKA OCHOBAHUM, WU uHsepcust (OT
Jar. inverto --- MepeBOpavMBaTh), JUOO BBHIMAICHHUE OTICIbHBIX HYKJICOTHUIOB, WM
Oeneyus (0T mat. deleo --- paspymiars). M3BecTHBI U Toue4HbIE uxcepyuu (OT JAaT.
insero --- BKJIQJbIBATh), WM BCTaBKU. [10100HBIE M3MEHEHUS] MOTYT 3aTparuBaTh H

6onee 3HaunTenbHbIe yuacTku JTHK.
['eHeTnuecKkue HM3MEHEHUS PA3HOTO MaciiTada MPOUCXOAAT KaK B KOIMPYIOIIUX

o0macTsiX TeHa, 4YTO BeJAeT K OOpa3oBaHHIO OEJIKOB C BHIOM3MEHEHHBIM

AMHUHOKHUCIIOTHBIM COCTABOM, TdK U B HCKOAHUPYIOIIUX O6H3CT${X, B TOM 4YHUCJIC B Yuc-
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KOHTPOJHUPYIOIIUX YyYacTKax reHa. Ha ypoBHE KJIETOUHBIX (YHKUHMH MyTaIluu
BUJIOM3MEHSIOT CBOMCTBA TPAHCKPHUMIIMOHHBIX (DaKTOPOB, 3JIEMEHTOB MEXaHHM3MOB

CUTHAJIMHTa, EPMEHTOB U JIp.

B pesynprare nymnukanuu U auBepcudukanuu nocienoBarenbHocted JTHK B
IIPOLIECCE IBOJIIOLMM BO3HUKAIOT IICJIBIE CEMEMCTBA M AK€ CBEPXCEMENCTBA I'CHOB.
W3MeHeHne HYKIECOTHIHBIX IIOCIEI0BAaTEIbBHOCTEH TE€HOB M COOTBETCTBYIOILEE
M3MEHEHHE aMUHOKHCIOTHOTO COCTaBa KOAUPYEMBIX UMH OCIKOB CIIYXKHUT MPUUYNHOM
TOr0, 4TO TE€Hbl JJAHHOI'O CEMEHCTBA B XOJAE OHBOJIOLUM IPUOOPETAIOT HOBBIE
¢ynkuun. dopMupoBaHME CEMEWUCTB TI€HOB B TEUCHHME JJIUTEIBHON SBOJIIOLIUU

JKMBOTHBIX W COIMPOBOXAACT, U YHACTBYCT B 3BOJIIOLIMH WHAWBUAYAJIBHOT'O PAa3BUTHA

(Wilkins, 2002).

Ha puc. 24-1 npencraBneno sBomorrionHoe ApeBo T-box (Tbx) renos. Bmepsbie
MPEJICTABUTENb 3TOTO CeMeWcTBa TeH Brachiury ObUI OMHCAH y MBIIIHU, Y KOTOPOH
reTepO3UroTHass MyTalUsl JaHHOTO I'eéHa BbI3bIBAET 00pa3oBaHHE KOPOTKOXBOCTBIX
KMBOTHBIX, @ TOMO3MIOTHas sBJseTcs JjeTanbHOM. Kak wm3BecTHO, reH Brachiury
HeoOXoauM [y o0pa3oBaHMS MeE30A€pMBbI B 3aaHed oOnactu Tenma. Tbx TeHBI
KOJIUPYIOT TpaHCKpurnuoHHble (akTopbl. CasswiBatomas JHK o6macte 3Tux
TPaHCKPUMLIMOHHBIX  (hakTopoB cocrout u3 180 - 190  aMUHOKHCIOT.
KoHcepBaTHBHOCTD CBSI3BIBAIOIIECTO JIOMEHA  OOYCIIOBJIEHA KOHCEPBATHBHOCTHIO
cooTBeTCTBYMOIIEH obmactu reHa (T-6okca), kKoTopslid HacuuThiBaeT 540 - 570 map

OCHOBAHUIA.

Kak cnemyer m3 puc.24-1, B cocraBe ceMeiicTBa HACUUTHIBACTCS HECKOJIBKO
HOHCGMeﬁCTB, 06pa30BaHHe KOTOPBIX SABJIACTCA CJIICACTBHUEM AYIUTUKalun
aHIlECTpaJIbHOTO TeHa. [IpencTraBUTeNny pas3HBIX MOJCEMEHCTB YacTO BBIMOJIHSIOT
pasnuunble (yHKIMU. B oTnmume, Hanmpumep, oT reHa T, OTBETCTBEHHOTO 3a
pa3BUTHE ME30JepMbl B 3aqHeil oOnactu Tena, reHsl thx4 u tbx5 ydacTBYIOT B

Pa3BUTHU KOHCYHOCTH.
Be):[ymyfo POJib B 3BOJJIOLIUMHA MHOTI'OKJICTOYHBIX KHMBOTHBIX HWI'PACT BUAOU3MCHCHUC

CBsI3CH MCXKIYy I'C€HaMu, 06€CHC‘II/IBaIOHII/IMI/I WHAUBUAYAJIbHOC Pa3BUTHUC. HSMGHCHI/IH,

MPOUCHIENIIINE B YUC-PETYIATOPHON CUCTEME T'eHa, MOTYT BbI3BaTh MEpPENoTUYNHEHHE

193



JAHHOTO T'e€Ha PeryJsATopy, KOTOpBIA paHee Obul MHAM(QPEPEHTEH MO OTHOIICHHUIO K
JTAHHOMY TeHY TIpeaKoBoi ¢popmbl. Takum o6pa3om, namenenus Ha yposue JIHK yuc-
PETYISATOPHBIX CHCTEM, CO3/[aBasi HOBBIE TATTEPHBl TPAHCKPUIILMKA TE€HOB B
pa3BUBAIOIIEMCS OpraHu3Me, CIIOCOOHBI BBI3BATh HOBOOOpPA30BaHUS, pPaJUKAIBHO

3aTparuBarOmMre IiaH CTPOCHUS JKUBOTHOI'O.

['eHeTHUECKUE TPOTPaMMBbl Pa3BHTHS TMOAPA3ACISAIOTCS HA Pl MOCICIOBATEIBHBIX
3TamoB. 3aBepIIAIONIME ATalbl 3TUX MPOTPAMM MPEACTABICHBI OaTapesMud TEHOB
TKaHecnenuduueckod  TepMuHanbHOH  guddepenumanmu. Ecnmu  Bo3HHMKaeT
W3MEHCHHE CBs3€H B 9TOM 3BEHE, T. €. Ha YPOBHE B3aUMOJICHCTBUS PETYJsATOpa C
KOHTPOJIMpYeMOW  Oarapeeil, TPOUCXOASIT KAaKUEe-TO HEOONbIINE W3MCHCHHUS
MOpP(OJIOTHH, KOTOPhIE HE HapyIIaT OOIIETo TUIaHa CTPOCHUS Teya KUBOTHOTO. Ecim
M3MEHEHHUE 3aTPOHET 0oJiee paHHUE ATAIBI peaTu3alui IporpaMM pPa3BUTHS, CIETYET
oXumaTh Oosee TIyOOKHX TepeMeH. JIeWCTBUTENIBHO, €CIM Yy HPEIKOBOH (OpMBI
W3MEHEHHE 3aTPOHET YuUC-PETYISATOPHYIO CHUCTEMY I'eHa, KOTopas JeTePMUHHUPYET
MECTO U BpEMSl €ro 3KCIIPECCHH, TO MOTYT BO3HHUKHYTh Takhe HOBOOOpPa3OBaHMS,
KOTOpBIE CYIIECTBEHHO BUIIOM3MEHST CTpoeHHe Teja kuBoTHoro (Davidson, 2001).
DT0 00CTOATENHCTBO, MO-BUANMOMY, HAIILJIO CBOE OTpakeHUe B mpeacTaBieHun A.H.
CesepuioBa o gmmmoOpuorenezax (ri1.12). CormacHo CeBepliioBy, 3aKpeNuBIIAECS B
¢bwtoreHe3e M3MEHEHUSI paHHHUX 3TAllOB OHTOTEHE3a, MM apXaJUIaKCUCHI, BHI3BIBAIOT
KOPEHHYIO TIIepeCTpOMKY OHTOr€HE3a, W BEAYT K TMOSBICHUIO PATUKAIBHO
M3MEHEHHBIX (popM, TOTJa KaKk H3MEHEHHS, IPOUCXOSIINE Ha MO3THUX dTarax, WiH

aHaGOJ'II/II/I, HC CBsA3aHBI C peopraHI/I3auI/IeI71 IJIaHa CTPOCHUA TCJIaA.

DBOJIOIMOHHBIE MPOIECCH, B XOJ€ KOTOPBIX PEryIsSTOpPHbIC T'€Hbl MPUBIEKAIOTCI K
UCIOJHEHUIO HOBBIX QYHKUIUH 1pu  (QOpMHpOBaHMM MATTEpHA, Ha3bIBAIOT
koonmayuei (aHTI. --- cooption) WIN gosreuenuem (aHTI. --- recruitment). MmenHo
Onmarozmapst TpoleccaM — BOBJICUCHHS CHUCTEMbl  yNpaBieHUs  OOHApy>KHUBAIOT
3aBOPAKHUBAIOIIYI0 KOHCEPBATHBHOCTh, B pE3yJbTaTe KOTOPOW TOMOJIOTHYHEIC
CHCTEMBI TEHOB KOHTPOJIUPYIOT Pa3BHTHE HETOMOJIOTHYHBIX OOpa30BaHH, KaK 3TO
MMPpOUCXOAUT, HAIPpUMCEP, IIPHU Pa3BUTUU KOHEYHOCTE!l HACEKOMBIX U IIO3BOHOYHBIX,

(dacerounsIx T71a3 [[po30¢ bl U T71a3 MIICKOITUTAIOIINX.
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I[JIH BOBJICUCHUS I'CHOB B HOBBLIC PCTYJIATOPHBIC CBA3U 0COOCHHO BaXKHBI JBa THIIA
TCHESTHYSCKNX HW3MECHCHUM: mymayuu 6 obnacmu OHXAHCcepos W PACIHIUPCHHUC

TEHETHUUECKOT0 pecypca 3a CUeT OYHAUKAYUU 2eH08 U UX PETYIIATOPHBIX 30H.

MyTauuu 3HXaHCEPOB, BUJIOU3MEHSIOLINE TPAHCKPHUIILMIO T€HAa 3a CYeT
NPUOOpPETEHUsT WM YTpaTbl DSHXAHCEPOM CIIOCOOHOCTHM B3aUMOJIEHCTBOBATh C
OTpeeNIEHHBIMUA TPAHCKPUIILIMOHHBIMU (hAaKTOPaMH, 4acTO JIeXKAT B OCHOBE SIBIICHUS
koonTanuu. Ha puc. 24-2 npeacTaBieH TMIOTETUYECKUN CIydail KOONTAllUU, KOT/a,
Oyaromapss MyTanuu SHXaHcepa TeHa PaxX, TpanckpunimoHHsld ¢akrop Hox R
MpHOOpEeTaeT BO3MOXHOCTh B3aMMOJEHCTBOBATH C 3TUM JHXAHCEPOM M BKIIIOUATH
sKcIpeccHio reHa PaxX B Tex o01acTsX, U B T€ MOMEHTBI, IJIe U KOT/1a CUHTE3UPYETCs

Hox R.

MHOXXECTBEHHbIE  MOBTOPHI ~ YYaCTKOB  XPOMOCOMBI  ---  AYIUTUKAlMU WM
MYJIBTUTUTUKAIUN --- OOBIYHO BO3HUKAIOT B PE3yJbTaTe HEPABHOTO KPOCCHHIOBEPA.
bnarogaps aymiMkanuu — BO3HHMKAaeT CBOEOOpPa3HBIH  pe3epB  I€HETHYECKOIo
MaTepuanga, KOTOPbIH MOKET OBbITh HUCMOJB30BaH MAJs HBONMOLMU. B pesynbrare
MyTalldd SHXaHCepa OJIHA M3 KOMHH JYIUIMIUPOBAHHOTO T€HA MOXET OBITh
BOBJICUEHA B HOBBIE PETYJIATOPHBIE CBS3H, OTCYTCTBOBABILIWE y TPEAKOBONH (POPMBI
(puc. 24-3 A-TI'). Ilocne Takoi KOONTALIMK BO3MOKHO JajbHEHIIEe H3MEHEHUE
CBA3€M MEXIy TIeHaMH 3a CYeT NapajuleJIbHOM SBOMIONUHM, WU KOI8OIIOYUU

TPaHCKPUIIIMOHHOTO (hakTOpa u sHXaHcepa (puc. 24-3 J1)

24.1. Koonranusi reHOB KaK (paKTOp 3BOTIOIHHM MHOTOKJIETOYHBIX KHBOTHBIX.

DBOJIOIMOHHOE 3HAYEHHE KOOMNTAllMM TE€HOB JEeTaJbHO MPOaHAIM3UPOBAHO O.
JBunconom (Davidson, 2001). [I3BuaCOH OTMEYAeT, UTO KOONTALMS PETYISITOPHBIX
TCHOB, YYaCTBYIOIIMX B 00pa3oBaHHWM MaTTEpHA pa3BUTHs, ObIBaeT ABYX THUIOB. Bo-
MEePBBIX, PETYISATOPHBIA TE€H MOXXET NPHOOPECTH HOBBIH CANT-MHUIICHH T'EHOB,
KOTOphIE OH HE KOHTPOJUPOBAN y aHIeCTpanbHOW (opMbl. B pesymprate STOT
PEryJSATOPHBIA Te€H MPHOOPETaeT BO3MOKHOCTh KOHTPOJIHPOBATH HOBBIE IMPOIIECCHI.
Bo-BTOpBIX, B pe3ylnbTaTe MyTallUd COOCTBEHHOTO HHXaHCEpPa OH CaM MOXET
MOJNACTh MOJI KOHTPOJIb HOBBIX (DPAKTOPOB, KOTOPhIE MHUIIMUPYIOT €T0 SKCIPECCUIO B

TOW 00JIaCTH Pa3BUBAIOIIETOCS YKHUBOTHOTO, TJ€ Y aHIeCTpabHONW (DOPMBI OH paHee
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HE PKcTpeccupoBascs. B mobomM ciyyae H3MEHSETCS PeryIsSTOpHas CeTh, BOSHUKAIOT
HOBBIE MPOCTPAHCTBEHHBIC MATTEPHBI  SKCIPECCUU TE€HOB, U XOJ pa3BUTHS

MpHOOpeTaeT HOBbIE (POPMBI.

Koonramus rena brachiury. IIpo6ieMa 3BOMIOIMOHHON KOONTAMU PETYIATOPHBIX
TCHOB, MPOAHAIM3WPOBAaHA HA MpHUMEpe W3MeHeHus (yHKuuM reHa brachiury B
Pa3HBIX TPyNmax BTOPUYHOPOTHIX JKUBOTHBIX (puc. 24-4, Davidson, 2001). T'enbr
brachiury o0pa3yloT MoJICEMENCTBO T€HOB, KOTOPbIE KOJUPYIOT TPAHCKPUIIIMOHHbIE
dakropsl, coaepxamue T-O00kc. Y OOJBIIMHCTBA OMIATEPATBHBIX KUBOTHBIX T'CHBI
brachiury >kcnpeccUpyloTCs B XOJ€ Pa3BUTHS B ME30J€pME M SHTOJEpPME 3aaHei
obmactu tena. OgHAKO KpoMe 3TOH aHuecTpanbHoi (yHKIMKM brachiury, Onaronaps
KOOMTAllMH, B Pa3HBIX TPyIIax OugaTepanbHbIX )KUBOTHBIX OCYIIECTBIISECT LEIbINA Psij
JOTIOJIHUTENbHBIX, crenupuyeckux Qynkmuit. Tak, y Wrnokoxux brachiury
AKCIIPECCUPYETCS HE TOJIBKO B TIPOCIIEKTUBHOM 3aJHEeW o0macTh B pailoHe
OJ1acTONOpa, HO M Ha MEpeHEM KOHILE KHILIKH, a TaK)Ke BO BTOPHUYHON ME3EHXHME.
Ota paHHSSA OKCIOpeccHs Mpekpamiaercs — mnepel (OPMHUPOBAHUEM JIMYMHKH.
Ucnonws3zoBanue rena brachiury B opanbHON oO0JacTu 3aponblimeit Mrimoxoxux
SBIIAETCS KOOMTalMe. Y MOpCKHX exel reH brachiury sKcmpeccupyercs MpHu
3aKJIaJIKe Teja B3POCJIOrO >KMBOTHOTO M B aMHHOTHYECKOM BIISIYMBAHUM, U B JIEBOM
ruzpouesne. ITH QYHKIUH MOSIBIIIUCH B CBSI3U C METaMOP(O30M JIMYMHKU U TAKXKE
ABIAIOTCS ~ cheAcTBueM  koontaumu. Y  IlomyxopmoBwix  reH  brachiury
HKCIPECCUPYETCS BO BCEX TPEX --- MEPEIHEM, CPEAHEM U 3aJIHEM --- LEJIOMHYECKUX
MeNIKax. JKCIPEeccusl B 3aJHEM IIeJIOME --- aHIECTPaJbHBIA THUI aKTUBHOCTH T€HAa,
SKCHpECCHsi B CpEeAHEM IeioMe xapakrepHa W ans [lomyxopmoBbix, ©u Ul
Urnokoxux. Ho okcmpeccuss B mepenHem menome [lomyXopaoBBIX, KOTOPBIA
y4acTByeT B OOpa3oBaHMM XOOOTKa, MPEACTABIAECT COOOW XapaKTEpHYIO M STOH
IPYNIIbl  KOOMNTALMIO, PaBHO Kak H caM X000Tok (proboscis) sBuseTcs

HOBOOOpa3oBaHUEM, CIIELIU(PUUHBIM ISl 3TOM TPYIIb BTOPUYHOPOTHIX.

VY XopnoBeIX T€H brachiury s3Kcnpeccupyercs, Kak y Bcex bumaTepaibHBIX B 3aHEH
obnacTu 3apofpllia, aHIECTPAIBHON IS 3KCIpeccuu 3Toro reHa. OmHako, y HUX
BO3HUKACT M HOBask (PYHKITUS, HEOOXOAMMAs! TS CrielU (UK XOPIbI. DKCIIPECCHS
TeHOB brachiury HabMOJaeTCsl U B XOp/€ TMYMHOK acIUANUN, U B XOpJe JTaHIIETHUKA,

U 1npu (OPMHUPOBAHUU XOPAbl MBIIHM. Yuactue brachiury B pPa3BUTUU XOPJBI
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SIBJISIETCS.  OYEBUJHBIM TMPOSIBIICHUEM KOOMTAIUU. Ora  Qyskuwst  brachiury
XapakTepHa TOJBKO Ui XOPAOBBIX, U OTYCTIIMBO OTIUYACTCS OT AHIIECTPATBHOM,
XapaKTepHOW JIIi BCEX OWIATCPAIbHBIX JKUBOTHBIX, WM NAHOUIAMEPAIbHOU

(GyHKIMHU, CBSI3aHHOH C Pa3BUTHEM 33/IHETO OTAEIa 3apOIbIIIa.

Koonranuss HoX-renoB. CpaBHUTENbHBIM aHanu3 Hox-reHoB y YIEHUCTOHOTHX
IOpUBEd K 3aKIIOYEHHIO, 4YTO BCE OCHOBHBIE TIpymmbl UYNeHUCTOHOTUX —---
XEJUIIEPOBbIe, MHOTOHOXKKH, PaKooOpa3Hble U HACEKOMBIE UMEIOT CXOJTHbIE HAaOOPHI
Hox-renoB. CyuiecTBeHHbIE pa3nuuusi B (OPMUPOBAHUM NPUJATKOB Tejla BIOJb
nepeaHe3a Hel ocH, BO3HUKIINE Y HUX B XOJ€ 3BOJIOLMH, O0YCIOBICHBI, MPEXKIC
BCEI0, BUJJOU3MEHEHUEM PETYIISITOPHBIX CBSI3€l MEXy Hox-TeHaMu U UX MULIECHSIMH,
a Takke MexIy Hox-reHamMM W HX peryiastopamu. VIMEHHO HEOJHO3HAYHOCTh
PEryJIATOPHBIX CBS3€H JIEKHUT B OCHOBE pa3inyuil B skcnpeccuu reHoB Ubx u abdA B
CEerMEHTax Tena y pas3HbIX UneHucrtoHorux (puc. 24-5). V mayka nepeaHss rpaHuia
nokanu3anuu daktopoB Ubx u abdA, BBISBISIEMBIX C IMOMOIIBIO OJHOTO U TOTO K€
aHTUTEJIA, HAXOAUTCS B O0JIACTH OIMUCTOCOMANIBHBIX CETMEHTOB. Y MHOTOHOXKEK 3Ta
rpaHula MPOXOJUT HA YPOBHE MEPBOr0 TYJOBUIIHOI'O CETMEHTA; TAKOW )K€ XapakKTep
HKCIPECCHM HAOJIOAeTCs Y HEKOTOPhIX pakooOpa3HbIX, TOrJa Kak y JApPYrux ---
HBOJIIOIMOHHO 0o0Jjiee MPOJABUHYTHIX --- 3TA TPAaHHIIA CMEIIAeTCs Ha3ald, U MPOXOIUT
MEXy TPETbUM M YETBEPTHIM TYJIOBUIIHBIMU cerMeHTamu. Y Jpo3oduibl nepeanss
rpanuna skcnpeccust Ubx B Xoze pa3BUTUS JOCTUraeT MepeJHel IpaHULbl TPETHETO

IrpyaHOro CCrMeHTa, a 3aTc€M CABUIacTCd BICPEA C1IC HAa OAWH CCIMCHT.

Jlpyroii cimydaii KoomTalMu, KOTOpas HMeEeT (HIOTCHETHYCCKUE IOCIEACTBHS,
BBI3BaHHBIE HM3MEHEHHEM IMPOCTPAHCTBEHHOIO mMarTepHa skcrpeccun Ubx/abdA,
npeacTaBieH Ha puc. 24-5. Y pakooOpa3HbIX TpyIHbIE CETMEHTHI OOBIYHO HMEIOT
JIBUTATEIbHBIC KOHEYHOCTH, 00Opa30BaHUE KOTOPBIX MPEIONPEASIIICTCS dKCIPECCHEH
reHoB Ubx u abdA. VI3meHeHHe maTTepHa 3KCIPECCUU ATHX IeHOB, HaONIOAaeMoe B
Pa3HBIX TPYIIAax PakooOpa3HBIX, 0 KOTOPOM MOKHO CYIUTh IO CIABUTY TEpEAHEH
rpanunpl Jokanu3zanun Ubx/abdA Hazan, BbI3BIBacT (OPMUPOBAHHE B HCXOHO
pr,Z[HI:IX CEerMcHTax HOFO‘{GHIOCTCI‘;I, KOTOpBIe 3aMCHAKOT OGBI‘-IHBIG JABUT'ATCIIbHBIC

KOHEUYHOCTH (puc. 24-6).
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Spkuii  mpumep  3BOJIIOLUOHHOU KoonTauuu  FHox-reHOB  IpeACTaBiIseT
(GOpMHPOBAHMM KOHEYHOCTEH Yy IIO3BOHOYHBIX JKMBOTHBIX: HMMEHHO Onarojaps
KOOITallud BO3HMKAET HOBBIM NATTEPH 3KCIPECCUU KIACTEPHBIX [HOX-T€HOB BHE
nepeaHe3a Hel ocu Tena. Y TMpenkoB XOPIOBBIX HE OBLIO MAapHBIX IMPHIATKOB,
NOJOOHBIX KOHEYHOCTSAM YETBIPEXHOTMX IO3BOHOYHBIX. VIX HET M y COBpPEMEHHBIX
0ecro3BOHOUHBIX ~ XOpAOBBIX. [lepBble  MpHUOATKH, KOTOpble BO3HUKIH Y
MTO3BOHOYHBIX, ObUIM HEMApHBIMU --- IEPETHUM U 33JHUM --- IUIaBHUKaMu. [lapHbie
IIPUIATKHA y TIO3BOHOYHBIX NOsBUINCH B Cuitype npumepHo 410 --- 440 MUuIMOHOB
7er Hazaj. Y OecyemtoCTHBIX PBIO OBUTM TOJNIBKO TpYyJHBbIC NapHbIe IUIABHUKH, A Y
YEJIIOCTHBIX PBIO --- U Ipy/HbIE, U OpromiHble. [Io-BUAMMOMY, IMEHHO Ha 3TOM 3Tale
ABOJIIOLIMHU TIpou3oiuia koonTamnus "3aaaux" (¢ 9 mo 13) knacrepubix Hox-TeHOB IS
dbopMUpOBaHHS KOHEYHOCTeH. B 2TOH CBSI3W MOXHO 3aMETUTh, 4YTO Y
MJIEKOIUTAIONMX HKCHPECCHUs] KJIACTEPHBIX [HoX-T€HOB KOHTPOJIUPYETCA JBYMs
anemeHTaMu. OJIUH U3 HUX KOHTPOJHPYET aKTUBHOCTH BCETO KJacTepa, U padoTaeT
npu crienuQuKanuy nepeane-3aaHend ocu tena. @yHKIUsS BTOPOTO PacIpoCTPaHIETCS
TOJIKO Ha TMOCTEPHUOPHbIE T€HbI, KOTOPbIE BKJIIOYAIOTCS MPU Pa3BUTHH KOHEYHOCTH.
JIpeBHOCTb M KOHCEPBAaTUBHOCTb MEXaHM3Ma aKTUBALIMU [{OX-T€HOB B IIOUKE
KOHEUYHOCTH TIOJITBEPIKIACTCS IKCIIEPUMEHTAMH T10 dKCTpeccuu reHa hoxdl ] peiobl B
MOYKE KOHEYHOCTH MBIIIN. AKTHBAIMS 3TOTO F'€Ha CBUAETENBCTBYET O TOM, UTO B
9TUX HBOJIIOLMOHHBIX BETBSIX YENIOCTHBIX MO3BOHOYHBIX --- Y KOCTUCTBIX PbIO U Y
MJIEKOIUTAIOIUX --- COXpaHWIcAd (PAKTop WM KOMIUIEKC (DAKTOPOB, KOTOPBIH

aKTHUBHPYET IKCIPECcCcHIo reHa hoxdl l.

CBHIIETENIBCTBOM 3BOJIOIMOHHON KOONTAIMN HoX-TEHOB CIy’KaT, HAKOHEIl, CIIy4au
WX ydYacTHsi B TepMUHaIbHOU nuddepennumanuu. Tak, W3BECTHO, YTO TE€H ubx
JIETEPMUHUPYET TOHKOE paclpeeieHne BOJIOCKOB Ha 4WiIeHHKaxX Horu J[po3odusi,
KOHTPOJIPYET KICTOUHYIO JauddepeHuanuio npu GopMUPOBAHUH KyXoKamba. ['eH
labial wouTpomupyeT oOpa30BaHHE CHEIUATU3UPOBAHHBIX JKCKPETOPHBIX KIIETOK
cpennerd kumku. [Ipu cBepxdKCHpecCMM 3TOr0 IeHa BCE KIETKUM CPEJHEW KUIIKHU
CTaHOBATCA  OKCKpeTopHbIMU.  Koomnramus  Hox-TeHOB  uisi  oOecTeYeHUs
TepMHUHANIBEHON AuddepeHnranuu Ha0noaaeTcs U 'y I03BOHOYHBIX. Hampumep, rex

hoxd 13 Heobxoaum s 00pa30BaHUs Yellyil Ha Horax y NTHIL.
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24.2. DBoJIonMs reHHbIX ceTel myTem koontanuu. Moaeas /[3Buacona.

CpaBuuTtenbHas Mopdoiorus bunatepanbHbIX KUBOTHBIX OOHAPYKUBAET LIEBINA Pl
aHAJIOTUYHBIX OPTaHOB, BBHIMOJIHSIONINX CXOJIHBIE 3a/1a4yM, TaKWe KakK TOJIOBa, CepAlle,
rj1a3a, TOJIOBHOM MO3T, IEHTpajbHas HEpBHAs CHCTeMa, KOHEYHOCTH. HecMoTpsi Ha
TO, YTO MPOLIECCHl X PAa3BUTHUS B Pa3HBIX BETBSAX buiiarepalbHBIX OCYHIECTBISAIOTCS
pasHBIMH CIOcO0aMM, TeM HE MEHee, MHOTHE TPAaHCKPHIILMOHHBIE PETyJSTOPHI,
KOTOpBIE HCHOJB3YIOTCA NpH UX (POpMHUpOBAaHUM, OAMHAKOBBL. J[3BHAcoH (2001)
MoJlaraeT, YTO BO3MOXKHOE pEIIEHHEe 3TOT0 TMapajokca COCTOMT B TOM, YTO
pEryJIsTOPHBIE TEHBI, y4acTBYIOIME B (OPMUPOBAHMM AaHAIOTUYHBIX YacTedl Tena,
MepBOHAYAIBHO aKTUBUPOBAIM OaTapen reHoB nudQepeHranum CTpyKTyp, KOTOPbIE
HEOOXOMUMBI ISl BBIMOJHEHHUS COOTBEeTCTBYIOmUX (QyHkuwit. [lo3mHee oTH
TOMOJIOTHYHBIE PETYJATOPHBIE TEHBI B pa3HBIX BETBAX buiarepaqbHBIX ObUIH
BOBJICUEHBI B pa3Hble CHCTeMbl (opmMooOpazoBaHusi. BO MHOTHX aHaJOTHYHBIX
CTPYKTYpax, HallpuMep, B IJla3aX HACEKOMBIX U MO3BOHOYHBIX, (hopMOOOpa3zoBaHue
KOTOPBIX BO MHOTHX BETBSIX BHiarepaqbHBIX MPOUCXOIUT HE3aBUCHMBIM 00pa3oM,
UMEIOTCS (PYHKIIMOHATBHO TOMOJIOTHYHBIE CTPYKTYphl, TaKuhe KakKk ceTyaTka Hu
¢doropenentoprl, auddepeHunanys KOTOPBIX OCYIIECTBISIETCS KOHCEPBATUBHOU

CHUCTEMOH I'€HOB.

Ha pwuc. 24-7 mnpencraBieHa cxeMmMa, WUIIOCTPUPYIOIIas THUIOTE3y O TMyTAX
BOBJIeUECHUs1 OaTapeil reHoB auddepeHIHanuu B Mpouecchl (GopmMooOpazoBaHH
(Davidson, 2001). PaccmarpuBaeTcst TpU MMOCIIEIOBATEIBHBIX 3TAIla 3BOJIOIUHN --- A,
B, C. Ha nepBom stane (puc. 24-7A) umeercs Oarapesi TeHOB a, 0, 8, 2, 0, e, i,
aKTUBHOCTH KOTOPO obecrieunBaeT audHepeHnauo KIeTOK OMpeaeIieHHOTO TUIIA.
Ota Oatapess HaXOAUTCS TIOJ KOHTPOJIEM HEOOJBIION peryJSTOPHOW CETH,
MPEJICTAaBJICHHON Ha CXeMe TpeMsl TeHaMH X,. DTa CeTh HAaXOIUTCS MO KOHTPOJIEM
JIOKAaJIM30BAaHHOTO B TPOCTPAHCTBE CHTHAIBHOTO (hakropa. Crnemmduyeckuii s
JAHHOM 00JacTH Teja BHEIIHWM CHUTHAJT BOCIPUHUMAET TE€H Zz, KOTOPBIA IOCIHE
aKTUBALMU BKJIIOYAET HKCIIPECCHUIO I'€HOB X U y. I'€H y moanepkuBaeT akTUBHOCTD X.
Ha cnenyromem stane ¢gopmupyercst Oojee COKHasi CHCTEMa, COCTOSIIAs YXKe U3
HECKOJIbKMX TPOCTPAaHCTBEHHBIX TOMEHOB TpaHckpuniuu (puc.24-7b). Ha »sroii
CXeM€ BUJHO, YTO MEXJy aHIIECTPaJbHBIMH OJloKaMH (T€HBI ) M z MepBOro OJoKa

OH}’H_ICHI)I) MTOABJIAIOTCA HOBBIC MHOT'OKJICTOYHBIC TPAHCKPUIIIWMOHHBIC TOMCHBI. I'en x
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npuoOpeTaeT CrocOOHOCTh aKTMBHPOBATH HOBBIM st ce0s reH w. Kpome Ttoro, B
PEryIsTOPHONH O00JAaCTH T€Ha X BO3HUKAET JOIMOJHUTENbHBIN yuC-peTyIATOPHBIN
MOJYJb, KOTOPBIM, B3aUMOJCHCTBYSI C TPaHCKPUILIUOHHBIM (aktopom W,
MIOAJICPKUBACT TPAHCKPHUIILMIO IeHa X. BMmecTe ¢ TeM 3TOT HOBBIA PEryJIATOPHBINA
MOAydb Tpu JAecTBuUM (akTopa S U3 JIpYyroro MNpPOCTPAHCTBEHHOIO JOMEHA
TPaHCKpHUIIIIUKA  oOecreymBaeT  pempeccuro reHa x. [loatomy  Temeph
TPAHCKPHUIIIUOHHBIN (akTop X CHHTE3UPYETCS] B OTPAHUYCHHOM MPOCTPAHCTBEHHOM
JIOMEHe, aKTUBHPYS B HEM OaTapero TeHOB, KOTOpasi UMeJach U 'y IPeaKoBOi (hopMBlI,
HO KOTOpasi TeTeph BXOJUT B CUCTEMY TreHOB (hopMooOpazoBanms. Ha criemyromem
JTame SBOJIIONMH PETYJSATOPHBIA  ammapaT ycnoxHsercs (puc. 24-7B).  Teneps
UMEIOTCS IBE OaTaper reHOB, KaXk/1as U3 KOTOPHIX SKCIIPECCUPYETCS] B CBOEM JIOMEHE.
barapes 3, u, x, 21, m HaxomuTcs ToOJ KOHTposieM reHa v. [locimemnmii ObuT
KOONTUPOBAH B XOJI€ 3BOJIOLMU B PE3YyJIbTATE€ TOTO, YTO B €r0 YuUC-pEryJIATOPHOU
CUCTEME TIOSIBUJICS DJIEMEHT, KOTOPbIM B3aMMOJIECHCTBYET C TPAHCKPUIIIMOHHBIM
dakropom W. B pe3ynbraTe Bo3HUKAET OoJiee CIOXKHAs, Pa3BETBICHHAS CETh T€HHBIX
B3aUMOJICWCTBUM, B KOTOPOHM, OJHAKO, COXpaHAETCS HCXOAHBIM TE€H X,
(GYHKIIMOHMPOBABIIMI HA CaMbIX paHHUX JTamax »dBOJIONUH KaK aKTUBaTOp
TKaHecneun(pUIeCKuX TeHOB, U KOTOPbIM UCHOJIb3yeTcs Tenephb s (OpMUPOBAHUS

HOBOH CTPYKTYpPBbI, IPEJONPEEIss €€ CBOICTBA U MOJIOKEHUE B IPOCTPAHCTBE.

24.3. PerporpaaHoe (popMupoBaHue PeryJsaiTOPHbIX myTeid. Mogeab YHIKUHCA.

Heckonbko WHBIE MPENCTaBICHHUS 00 HBOJIOIUH TE€HHBIX CETEH, KOHTPOJIMPYIOIINX
WHANBUAyaTbHOE pa3BUTHE, pazBuBaeT Agam Yumnkunc (Wilkins, 2002). Ananus psaa
TCHETHYECKUX CHCTEM TIPUBENI €ro K TMPEICTaBICHUI0 O TOM, YTO B IPOIECCEe
ABOJIIOLIMU TIPOUCXOTUT pempoecpaonoe (0T 7at. retro --- Hazan; gradus --- miar)
MOCTPOCHHE  CUCTEMbl ~ TIEHETHYECKOTO  KOHTPOJNS  Haj  pa3BuTHeM. B
MOCJIEIOBATENbHOM 1M COOBITUH T'€HETHYECKOro KOHTPOJIA, KOTOpBIE YacTo
YCTPOEHbl MO MPUHLUIY [OCIEI0BATEIbHOIO HHTUOUPOBAHUS, pa3inyaroT
HayaJibHble (BEpXHHE) M KOHEYHbIE (HI)KHUE) AJIEeMEHThl. Takue myTH, Harpumep,
NOJIPOOHO M3YUECHBI HA IPUMEPE CTAHOBJIIECHUS JIEBO-IIPABOM aCUMMETPHUH Yy ITHIL (CM.
naparpad 21.3), onpenenenus nona y C. elegans (rin. 23). KiodyeBbIM 3BEHOM,

AKTUBHOCTL KOTOPOI'o ABJIACTCA pema}omeﬁ B JACTCPMUHAIIMK KOHTPOJIHUPYCMOIO
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IIPU3HAKA WM CBOMCTBA, BBICTYIACT CaMblii HIXKHUM 3JIEMEHT. MBI yKe OTMeday,
yro npu AerepmuHaiuu nona y C. elegans pemaromiyio pojb Urpaer reH tra-I,
aKTUBHOCTH KOTOpOro HeoOxoamma ansi (opmupoBaHus repMadpoauTHON ocobu.
Ecnu 310 3BeHO He paboTaeT, TO 3a7aya JeTepMUHALIMY 110J1a He OyIeT pellieHa, Jaxe
€CIM  BCE BHINICNICKAIIUE 3BEHbs paboraroT dddextuBHO. Paccmarpusas
SBOJIFOIMOHHBIN MYTh CTAHOBJICHUS TAaKOW LEMOYKH, YHUIKUHC MPEANOJAaraet, 4ro y
MIPEAKOBOI dopMBI  00s3aTENBPHO HANWUYHE KIIOYEBOro 3BeHa (fra-1 B
paccmaTpuBaeMoM ciydae). Y aHIecTpalibHON (OPMBI ATOT T'eéH KOHTPOJIUPOBAJCS,
BUJIUMO, TIPOCTHIM MEPEKIIOYEHUEM. Y MOTOMKOB MOTJIa BOZHUKHYThH IIIar 33 LIaroM
MOCJIEZIOBATEIbHOCTh ~ MHTHOUPYIOIIUX — DJIEMEHTOB. 3HAYUTEIBHO CJIO)KHEE
MPEJICTaBUTh cebe CyIIeCTBOBAHUE TPEKa C BEPXHUM PETYJISTOPHBIM dJIEMEHTOM 0Oe3

KPUTHYCCKOI'0O HUXKHECTO.

B cucreme tima A —| B —| C —| D camsiii nmocieqauii ren D y aHnecTpaibHOU
(GhopMBbI TOKEH ObLT OBITH €AUHCTBEHHBIM KOHTPOJIUPYIOUIUM AJIEMEHTOM, a TeHbI C,
B, A BOBIEKamUCh TOCIEAOBATEIBHO OJHMH 3a JAPYTUM KaK WHTHOUTOPHI paHee
KOONTUPOBAHHOTO TeHa. TakuM o0pa3oM, Mo YWIKUHCY, NEPBBIN T'eH A B 3TOM psIy
SBIIAETCS CaMbIM TOCIEAHMM BO BpPEMEHU KOONTHPOBAaHHBIM T€HOM B CHUCTEME

peryJsanuu resa D.

Monens pempocpadno2o CTAaHOBJIEHHS CUCTEMbl TI'€HETHUYECKOTO KOHTPOJIS Hal
pa3BUTHEM, JIOTHYECKM OOOCHOBaHHas YWIKHHCOM, HE HCKIIOYaeT BCE Ke
NPeUIOKEHHON J[9BUICOHOM MOJENU uHmepKaiapHoco  (GOPMHPOBAHUS HOBOM
cuctembl. [Ipu nHTEpKANSIpHOM crioco0e ANEMEHThI TIEPBUYHON CUCTEMBI YIIPABICHUS
y IOTOMKOB COXPaHSIOTCSl KaK HA BEPXHUX CTYMEHSX UEPApXHH, TaK U HA €€ HIKHUX
CTYNEHSX 3a CYeT TIOSBJICHUS HOBBIX 3BEHBEB, KOTOPHIE B XOJI€ SBOJIOLUU

BCTPAMBAIOTCS MKy HUMHU.
24.4. JBosaouusi OHTOreHe3a U (pUIIOreHNsl s KUBOTHBIX
3BOJ’IIOIII/IOHHOC APEBO KMBOTHBIX CIIYKUT APKUM CBUACTCILCTBOM TBOpquKOﬁ poiin

OHTOreHe3a. PaHHSS 3BONIONMS MHOTOKJICTOUHBIX >KMBOTHBIX BKIIFOUAE€T HECKOILKO

(yHIaMEHTANbHBIX JTallOB, HANICAIIMX CBOE OTpPaXXKEHHE B 0Opa3oBaHUU TpeX
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IJIaBHBIX BETBEH OBOJIIONUOHHOT'0 ApPCBA, KaX3Aass M3 KOTOPBIX XapPaKTCPU3YCTCA

IMPUHIUIIHAJIbHBIM CBOGO6paSI/ICM OHTOI'CHE3Aa.

IlepBBlii 5BTam cBsA3aH C NOsBICHHEM Parazoa, MHOTOKIETOYHBIX JKHBOTHBIX,
BO3HUKIINX W3 OIHOKJIETOUHBIX WJIM KOJOHUANbHBIX XoaHoduaremmar (Nielsen,
1995). Otu npesHeimme Metazoa, KJIETKM KOTOPBIX COXPAHWIM XapaKTepHBIN
BOPOTHHYOK BOKDYT KTyTHKa, ObUIM MpPEAIICCTBEHHUKAMH T'yOOK W ApPYrHX Ooiee
CIIO)KHO OPraHM30BAaHHBIX MHOTOKJIETOYHBIX. OTOT BaKHEHIINH B HCTOPHUHU
CTAaHOBJICHUSI MHOTOKJICTOYHBIX JKMBOTHBIX O3Tal, KOTOPBIH IPOMCXOANIT B
Heonporepo3oe mnpumepHo | Mwmmapa JeT TOMY Hasad, XapaKTEepU30BaJICs
BO3HMKHOBEHHEM pa3HOOOpA3HBIX THUIIOB COMATHYECKHX KJIETOK W IOSIBICHUEM
MOJIOBBIX KJIETOK. Y 3THX )XMBOTHBIX BIIEPBBIC MOSBISECTCS NMPUMUTHBHAS TKaHEBas
opranuzaiust. OOpa3yloTCsl snumenuaibHble W Me3eHXUMHble pYOUMEHmAapHvle
mkanu, nuddepeHmanus KOTOphIX ObUla JaOWJIBHOW M JIETKO OOpaTHUMOM.
Upes3BblUailHO BaKHBIM  DBOJIIOLMOHHBIM 3aBOCBAHMEM STOTO MEpUOAa  OBLIO
HOSIBJICHUE BHEKIEMOYHO20 Mampukcd, € €ro KoJlJlareéHaMH, aJir€3HMBHBIMU
MOJIEKyJlaMH W  WHTETPUHAMH. BO3HMKHOBEHHME BHEKJIETOYHOTO  MaTpUKCa
NPEONPECIINIO PAa3BUTHE PA3HOOOPA3HBIX MOP(OreHEeTHUECKUX MpPOLEecCcoB. Y
ry0OK MMEIOTCSl MHOTHE MOJIEKYJISIPHBIE CHCTEMBI MIPOBEJICHNUS CUTHAJIOB C yYaCTHEM
CEPHH-TPEOHMHOBBIX M THPO3WHOBBIX NPOTEHMHKHMHA3. Ha 3ToM 3Tame »Bomonuu
CYLIECTBOBAJIM MHOTOOOpA3HbIE MOJEKYJBI-PELENTOPb], B TOM YHCIIE PEENTOPHI
TGF-B. Cnenyet mog4epKkHyTh, 9TO HAOOP TPAHCKPHUITIUOHHBIX (PaKTOPOB y T'yOOK 110
CBOEH IIMPOTE CpaBHUM C pa3HooOpa3ueM Takux ke ¢aktopoB Eumetazoa. ¥V
NPeIKOB COBpeMEHHBIX ['yOok u CTpekaronux myTeM IyIUIHMKAlMd U peKOMOMHAIUN
T'eHOB BO3HHUKJIM HOBBIE T€HBI, 0OecreunBaromye GyHKIHOHNPOBAHUE PETYIISATOPHBIX
TPAaHCKPUIIMOHHBIX  CHCTEM. [lonmarator, = 4TO  CKOpPOCTb  HM3MEHEHUS
nocnenosarenbHocTedt JIHK, Begyiero k o6pa3oBaHnio HOBBIX F€HOB, B 3TOT IEPUOJL
HBOJIONMH OBUT 3aMETHO BBIIIE, YEM TIO37HEE, B MEPHO IBOJIIOLUH JIBYXCIOWHBIX

xuBoTHBIX (Wilkins, 2002).

V¥ Parazoa BO3HHMKJIAa BO3MOKHOCTb YCJIO)KHEHHE OHTOI€HE3a XUBOTHBIX, B PaMKax
KOTOPOrO MOSBMJIACh PpACCEIUTENbHAS JIUYUHOUHAA CTaAHuA. ODHEPreTHYECcKHue
BO3MOYKHOCTH 83pOCabiX (opm OOECIEUUBATIM NON0BOU Hpoyecc, CBSI3aHHBIA C

(bOpMHpOBaHI/ICM CIICOHUAIIM3UPOBAHHBIX MYKCKUX M )KCHCKHUX IMOJOBBIX KJIICTOK.
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Cyns 1o TaHHBIM CPaBHUTEIBHOW 3MOPHOIOTHH TYOOK M KHUAPUH, aHIIECTPAIbHbIC
Metazoa A0KHBI OBLITH 00J1a7aTh CIIOCOOHOCTHIO K (POPMUPOBAHUIO STHUTEIHATIBHBIX
IUIACTOB, a TakXKe WMMETh MEXaHW3Mbl Je3arperaldd JTHX IUIACTOB  HA
UHAMBUYalbHble KiIeTKH. OHM 005a7any CIOCOOHOCTBIO K AHHUTEIHATIBHOMY
MopdoreHesy, T.e. UMEIIM MEXaHU3MbI, 00eCIIeYHBAIOIIE 00pa30BaHUE Pa3HOTO Poja
BISTYMBAHUK ¥ BBISIYMBAHUN OSNUTEIHAIBHOrO Iiacta. OHM HMMENM Takke |
PETYJISITOpHBIE ~ MEXaHM3MBI,  KOHTPOJHPYIOUIME  HMHTPECCHIO  KIETOK U
o0ecIrieYnBaOIINe HAMpaBICHHOE [BM)KCHHE KJIIETOYHBIX Macc. TakuMm oOpazom,
MOXHO CJETIaTh BBIBOJ, YTO MEXAHUIMbL MOPPO2EHEMUUECKUX OBUNCEHUL BOZHUKIU 8
xXode  2gomoyuu  paHvbwe  0060cobNenHus — NOKPOBHO20  KuHoOiacma U
nuwesapumenvHo2o  Qazoyumobracma, 9YTO  TIOMYCPKUBACT  HE3ABUCUMOCTb
npoyeccos NpOCMpaHCMEEHHO20 pacnpedesieHusi KIemoK U ux cneyuguxayuu 6

dopmupyrowemcs 3apooviuie 8 8ude IKMOOEPMATbHOU U FIHMOOEPMATbHOU MKAHELL.

Btopoit  ¢dyHmamMeHTaIBHBIA  dTam  CBsi3aH ¢ 00pa3oBaHMEM  MCTHUHHBIX
MHOI'OKJIETOUHBIX KMBOTHBIX, WM Eumetazoa. Pacxoxaenue Parazoa u Eumetazoa
npousonuio npuMepHo 900 MWIIMOHOB JIET TOMY Hasal. [lepexon ot
ryOKoOOpa3HbIX KHUBOTHBIX K CTPEKaroMMM XapaKTepU30BaJICs MOSIBICHUEM OCEBOM
opraHm3aiuu y Bcex ¢popm. BriepBrie BOZHUKIN HEPBHASI CHCTEMA, ITUIIIEBAPUTEIIbHAS
MapeHxuma, a T[O03/JHEe pOTOBOE OTBEPCTUE U NUIIEBAPUTENIBHAS IOJOCTb.
[Ipoucxonsmias B OHTOTr€HE3€ CHELMANU3AMSA MOKPOBHBIX M MHILIEBAPUTEIbHBIX
SMUTENNEB, OOpa30BaHUE OHKTOACPMBI M DSHTOACPMBI, NPHUBEIO K IMOSBICHUIO
JIByXCIIOWHBIX JKUBOTHBIX CO CTaOMIIbHOW TKaHEBOW opraHuzamnueit. CTaOuIbHOCTH
AMUTENUATBHBIX TKaHEH KOPPENUPYeT C BOSHUKHOBEHHUEM B SIUTENHUAX 0a3aabHOU
MJTACTUHKU. MHOTHE TeHbl U KOHTPOJIHUPYIOIIUE PAa3BUTHE MOJIEKYJISPHBIE CHCTEMBI,
obHapyxeHHble Yy ['yOok, mmerorcs u y Crpekatonmx. K ux 4ymcny oTHocATCs
GbuOpWIUIApHBIE KOJUIAreHbl W KojulareH [V Tuma, aKTWHBI, MUO3WHBI, CEpPHUH-

TPCOHWHOBBIC KMHA3bI, TAPO3UHKWHA3KI, CHCTEMA 7'as U JIp.
Bo3HUKHOBEHHE T'€HETHYECKUX MEXaHU3MOB crenudukanum  000CO0JIEHHBIX

kuHOONMacTa u paromurodiacTa cieayeT MPU3HATh BAKHEHIIMM STAriOM SBOJIOIHH

Metazoa. B nHAMBHyaIbHOM pa3BUTHH XHUBOTHBIX 3Ta CHEIU(PHUKAINS TPOUCXOIUT
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BCKOpe mocne ApobneHus. KieTku -SHTOAEpManbHOW NPUPOABI B  pe3yibTaTe
pPa3HOOOpa3HBIX MOP(GOTCHETHUYECKUX TPOLECCOB  (MHTPECCHs, WHBAruMHAIMs,
nenaMuHanus) (GopMHpPYIOT MEPBUYHYIO KHUIIKY, KOTOpas COOOIIAeTcs C BHEIIHEH
Cpeloii MpU TIOMOIIM JIMIIbL OJHOTO OTBepCcTHsl (OjacTomopanbHas KHIIIKA).
Bo3HukHOBeHHE mporiecca racTpyisiuud U (OPMUPOBAHHE TNEPBUYHOM KHILIKU
OTKPBUIM HOBYIO CTpaHUIly B »HBoltonuu Metazoa. B pesymprare 3T0OTO
peoOpa3oBaHUs PAaHHETO OHTOTeHE3a BO3HHKIM J[BYXCIIOWHBIC, OOBETUHSIONINEC
Crpekatounx u ['pebneBukoB. dopmupoBaHHe B OHTOreHe3e IpeBHHX Metazoa
[EHTPAJBbHOTO OpraHa NHUIICBAPEHUS, B COCTaBE KOTOPOTO MOSIBUIUCH OCOOBIC
KEJIe3UCThIe KIETKH, CEKPEeTUPYIOIIUE MUIEBAapUTEIbHbIe (EPMEHTHI, 00eCIeUmIo
nepexol OT HUCKIIYHUTENbHO BHYyTpHKiIeTouHoro (['yOku) k cmemaHHOU (opme
nunieBapeHus.  Termepp  HapsAAy C  BHYTPUKICTOYHBIM — TPOUCXOIMIIO |
Mpe/IBapuUTeNIbHOE BHEKJIETOUYHOE MUIlEeBapeHue B mojioctu kumku (Crpekaroiue,
I'pebneBukn). [lo-BuAUMOMY, 3TO TOBBICHIIO 3((HEKTUBHOCTH MUIIEBAPEHUS, U TAKHM
00pa3oM 031110 SHEPTETUICCKHE MPEATIOCHUTKH, HEOOXOIUMBIC JIJIsT BOSHUKHOBEHUS
MEXaHM3MOB aKTHBHOTO IBMKEHHs. Temepb, HA 3TOM 3Tale 3BOJIOLMHU, HA OCHOBE
CIyYallHbIX ~ MYTallMd  MOIJIM  BO3HUKHYTb, MW  JCHUCTBUTEIBHO  BO3HMKIIU,
COOTBETCTBYIOIIME CIenupuueckue CTPYKTypbl U (PYHKIHUH, OOECIECYHBAOIINE
aKTUBHOE JBUKCHHE IKMBOTHOTO. JIByXCIOWHOCTH, BO3HHUKIIAs Onmarogaps
TTOSIBJICHUTO MEXaHH3MOB crierupuIecKoi g depeHIranun KIICTOK
AKTOJEPMAIBHON U SHTOAEPMATIBLHON JIMHUHM, TTOCTYKWJIa OCHOBOM JJIA JaTbHEUIIIETrO

MOCTYIIATCIBbHOI'O ABUKCHUS 3BOJIFOIINU.

Tpernii KpyIHBII dTall B 3BOJIIOLUU JKMBOTHBIX XapaKTEPU3yeTCs BO3ZHUKHOBEHUEM
TPEXCIOMHON TKAHEBOM OpraHW3allMM --- MOSBIICHUEM TKaHEW BHYTPEHHEH Cpelbl U
MBIIIEYHBIX TKaHei. HawanpHble orTanel guddepeHHManMU STUX TKaHEH B
sMOprorenese 00yCIOBIIEHBI, TO-BUIUMOMY, CUTHAJIAMH, 3allPEHIAOIIUMH Pa3BUTHE
KJIETOYHBIX JIMHUHM, SKTOAEPMAJIbHOM M SHTOJEPMAJIBHOW mNpupoasl. IMeHHO 53TO
CXOJICTBO HAaYaJbHBIX ITANOB cHeNU(UKALUU TKAaHEH BHYTPEHHEN CPe/Ibl, MBILICUHON
TKAHU U OKCKPETOPHBIX JJIEMEHTOB IIO3BOJSIET TOBOPUTH O TPETbEM  ---
Me307epMajbHOM --- HampaBiIeHHH SMOpuoHanbHON auddepennmanuu. Ilporecc
BO3HUKHOBEHHUS ME30JE€pMbl, HMEBLIMI IOUCTHMHE KPUTUYECKOE 3HAYEHHE JUIs
SBOJIIOLIMA MHOTOKJIETOYHBIX, NPOJOJIKAJICA BecbMa JiuTenbHOe Bpems. Kak

moJjararoT, OH JOJIDKCH ObUT HaYaTbCs CIIC A0 IIOABJICHHA Fpe6HeBI/IKOB (Peterson,
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Davidson, 2000) u, BO3MOXHO, NPEIIIECTBOBAN TOSBICHUIO  buiarepaibHBIX

KHUBOTHBIX.

bunarepanbHble KUBOTHBIE BO3HUKIM NpuMepHO 650 - 550 MHIITMOHOB JIET TOMY
Hazan. WX OHTOreHe3 XapaKTepu3yeTcs MOSBICHHWEM OWIIaTepalbHOW CHUMMETPHH,
pa3sBUTHEM JIEBO-IIPaBOM aCUMMETpUH, (dbopMupoBaHUEM HEPBHOM,
MUIIEBAPUTEIBHON, KPOBEHOCHONH M PENMpOAYKTHBHOU cucTeMm opraHoB. [losiBieHwue
pa3zHoO00pa3HBIX (POPM KUBOTHBIX, MPEACTABICHHBIX TAKUMH T'PYIIAMU THIIOB, KaK
Lophotrochozoa, Ecdisozoa, Deuterostomia, He OBUIO CBsI3aHO, KakK IOJIATaloT, C
o0pa3oBaHHEM MPHUHIMIIMATFHO HOBBIX CEMEWCTB TPAHCKPHUIIIMOHHBIX (HaKTOPOB.
OcHoBHBIE HAOOPHI TEHOB, 0OECTICUNBAIOIINE PA3HBIC TUITHI PA3BUTHUS, BO3HUKIIH CIIIC

BO BpeMs craHoBjeHus ['yook n Ctpekaroniux.

Koneuno, B Xxoae »9BOJIONWH, TpuBeAlIedl K bumarepalbHbIM KHUBOTHBIM,
HEOJJTHOKPATHO BO3HMKAJIHM HOBBIE TeHbl. OTPOMHYIO pOJIb B CTAHOBJICHHMH BCEX IPYTII
YKUBOTHBIX ChIrpania cucreMa Hox-reHoB. Y ry0ok oOHapy >KHBAaeTCs €IMHCTBEHHBIM
Hox-reH, KOTOpBIH, BEpOSATHO, OBLI MCXOIHBIM, WIH NPpUMOpOUAlbHuiM (OT IaT.
primordium --- Hawano). brmaromaps mocienoBaTeNbHOW AYIUIMKALWK STOT TeH 32
MHOTHE MUJITMOHBI JIET 3BoJtolnu fan ProtoHox kiactep TaHAEMHO pacroioKeHHbIX
Hox-renos. IlepBonavanbHo, B nepuon ¢opmupoBanus CTpeKaroUux, TyTTHKAIHS
npuMmopauanbHoro Hox-rena nana aBa reHa --- nepeaHui, u 3aaauil. [lepegnuii rexn
CTPEKAIOIIUX COOTBETCTBYeT TeHaM Hox! u Hox2 OunaTepanbHBIX >KUBOTHBIX.
3anuuit ren (Abd B) ponctBeneH Hox9 --- HoxI3 renam. Ilo3nHee TOSBISIOTCS
LEHTpabHbIC TeHBI TaHAeMa (Hox4--- Hox§), KOTOpble UMEIOTCS y TPEOHEBUKOB U Y
BCceX OmiarepalbHbIX KUBOTHBIX (puc. 24-8, Davidson, 1999?7?). [1o3aHee Bcex, yxe

y OmnarepaibHBIX KHBOTHBIX, BOSHHKAET TeH Hox3.

Hecmotpss Ha oTcyTcTBHE Kakux ObI TO HM OBLJIO MAJ€OHTOJOTMYECKHX CIIEIOB,
MOXKHO TIOMBITAThCS BOCCO3[aTh OONWK TMEPBHYHOTO OMIATEpPAIbHOTO MpeAKa Ha
OCHOBAHMHM JAHHBIX O TOMOJIOTHYHBIX TIC€Hax, KOTOPbIC HMMCIOTCIA Yy BCCX
bunatepanpHbix.  bunarepaibHble  JKUBOTHBIE --- M TEPBUYHOPOTHIE, W
BTOPUYHOPOTHIE --- UMEIOT BBICOKOPA3BUTYIO cucteMy HoX-reHoB, Ompenemsitollyto
TepeTHE3aTHIO0 MOJSIPHOCT Tea. Y BceX buiaTepaabHBIX UIMEIOTCS T€HBI otd/otx-2,

OTBCTCTBCHHBIC 3a PAa3BUTUC bIX KJICTOK MO3ra. Bricokas romosorus XapaKTCpHa IAJIid
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reHa Pax6, KOTOPbI KOHTPOJIUpPYET oOpa3oBaHue rias3a. ['oMoJIorus Mexay reHamu
Pax6 mpim 1 apo30(uiasl  CTONb BEIMKA, YTO I'€H MBI BBI3BIBAET HKTONUYECKOE
¢dopmupoBanue rnaza y auuuHKU Jpozodunsl u, Hao6opor (Onuma et al., 2002).
I'omeobokc-conepxamuii redH Jpo3zodunsl tinman, KOHTPOIUPYIOUIUN pa3BUTHE
cepama, roMojorudeH reny Mkx2-5 mbimm, (QyHKIUS KOTOPOTO TaK)Ke CBs3aHa C
pazBuTHEM cepaua. Bce 3TM TeHbI, MMEIOIIMECS y COBPEMEHHBIX IEPBUYHO- U
BTOPUYHOPOTHIX KUBOTHBIX, JOJDKHBI OBUIM CYILIECTBOBATh U Y HUX IPEAKOB, 0
pacxXoKIeHus pasHbIX TIpynn bumatepanbHbIX, IMOCKOIBKY HMX HE3aBUCUMOE
BO3HMKHOBEHHE KpaliHe ManoBeposATHO. [losromy mnepsuuHble bunarepanbHbie
IIPEJICTaBIISIIOTCS JKUBOTHBIMH, KOTOPBIE UMEIIU MEPEIHE3aJHION0 TOIAIPHOCTD, UMENH
rOJIOBY C OpraHamMM YyBCTB, IJ1a3a, HEPBHYIO CHUCTEeMYy U 00jajand BHYTpEHHeEH

CUCTEMOMU ITUPKYJISIIINHN, CHAO)KEHHON CepLeM.

[Ipobnema mpoUCXOXKIEHUS OWaTepalbHBIX JKUBOTHBIX SBISETCS OIHOH U3
IHMCKYCCUOHHBIX IPOOJEeM COBpPEMEHHOH QuioreHeTuku. B mocrnemanue romasl Bce
HaCTOIUMBee BBICKAa3bIBACTCS Ues O MOHO(DMIETHIECKOM IporcxoxaeHun Bilateria,
oopenuustomux nepBUIHOPOTHIX (Lophotrochozoa, Ecdysozoa) u BTOoprmuHOPOTHIX

*)uBOTHBIX (Deuterostomia).

Kak mnomnarator, apoGienue y ApxuOwiatepuil He ObUIO JETEPMUHUPOBAHO M HE
WMEJI0 YCTOWYMBOTO Xapakrtepa. biarogaps 3TOMy OHHM MOIVIM JaTh HAdalio
KUBOTHBIM C pa3HBIMU THUIIAMU JAPOOJEHHS --- CHHUPAIbHBIM, OWIaTepalbHBIM U
pamuansabiM (O.M. MBanoBa-Kazac, 1995). OcHoBoil ¢opMupOBaHUs CIIUPAIBLHOTO,
paanaIbHOTO M OUIaTepaibHOrO TUIIOB APOOIEHUS, KaK MOYXKHO MpeArnoiaraTh, CTajlo
BO3HMKHOBEHHE KIETOYHBIX MEXaHHU3MOB, KOTOpble oOecmeunBanu (HUKCALUIO
MI0JIO’KEHUSI BepeTeHa JAeJieHUs! ApOoOJeHUsI OTHOCUTENBHO aHUMAaJlbHO-BEr€TaTUBHOM

OCH sTIIA.

Bo3HUKHOBEHHE COHpaIbHOTO THMA JPOOJIEHUS C OCOOBIMH MEXaHU3MaMU
MIPOCTPAHCTBEHHOTO PACIIPEICICHHUS IIUTOIIa3MAaTHICCKUX (PaKTOPOB CIIEIU(UKAIIHH
KJIETOK, ¥ KJIETKaMHU-POJOHAYAIbHULIAMHU Pa3IMYHbIX KIOHOB (TPOX00JIACThI, EPBHIi
¥ BTOPOW COMATOONACTHI U [Ip.), 3aHUMAIOIIUMH CTPOTO OMPECIICHHOE TOJI0KEHUE B

MMPOCTPAHCTBEC, JaJI0 HAYAJI0 ) KUBOTHBIM C JIMYMHKaAMU TpOXOCI)OpHOFO THIIA.
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VYTpaTa pecHHUHBIX MOKPOBOB M TOSBJICHHE CIOCOOHOCTH K BBIPAOOTKE XUTHHOBOM
KYTUKYJIbl M DK30CKEJeTa y HEKOTOphIX ApxuOuiatepuil co3gand OCHOBY JUIS
MOsIBJIEHUs 0c000i BeTBU OniarepanbHbIX KUBOTHBIX Ecdysozoa, pa3BuTHE KOTOPBHIX

COITPS’KEHO C JIMHbKaMHU.

[Mpenku OwunatepaidbHBIX OBUTH  pPagHAbHO-CHMMETPUYHBIMU  JKHBOTHBIMH  C
3aMKHYTOH MHILEBAPUTENBHOIN crcTeMoil. CorinacHo «pagualbHON MOJENU TOJOBB»
(puc. 24-9 [14-9]), mepexon K IuUlaHy Tela COBPEMEHHBIX OHJIATEpPAIBHBIX MOT
MPOM30MTH B PE3yJIbTaTe aCUMMETPUYHOM CHeIUUKAII KJIETOK OJIHOTO U3
MEpHIMaHOB siifiia paauanbHoro mpenka (Shankland, Seaver, 2000). Bo3nukHoBeHME
0c0o00l TPOrpaMMbl ACHMMETPUYHOH crienu(HUKay B OJHOM W3 KBaJPaHTOB
TpoOsIerocs sSila paauaabHO-CAUMMETPUYHOTO TIPEIKA, MMO-BUIUMOMY, MOTJIO CTaTh
BOXHEHIIUM COOBITUEM B DBOJIIOIMH MHOTOKJIETOYHBIX, OTKPBIBIIUM MYyTh K
BO3HUKHOBCHHUIO OWJIaTepPAIbHBIX JKUBOTHBIX. TYJIOBUIIEC pa3pacTaioch, H €ro
KOHIIEBOH OTIEJNI BCe Oosiee OTHAIIICS OT T'OJIOBHOM 0oOnacTv. BO3HMKIIO aHalIbHOE
OTBEpCTHE, W KHUIIKa cTana OumonspHoil. [omoBa, OJHAKO, COXpaHsIa YepPTHI

paaranbHON OpraHu3aluu.

[lTosBnenne aHyca HW CKBO3HOM KHIIKA TIPUBEJIO K BO3HUKHOBEHHIO HOBOH
KOHCTPYKIIMHU TeJia )KUBOTHOTO. BMecTo opanbHO-abopanbHO# ocu Hu3MMX Metazoa
MOSIBUJIACH NEPEIHE3aIHAS OCh, COBIIAAIOIIAs IOHAYaJly ¢ aHUMaJIbHO-BEr€TaTUBHOM

OCBIO SHUIIA.

CMmenieHue 3aKi1aiki pOTOBOTO OTBEPCTHSI B IEPEAHEM HAIIPaBICHUN OTKPBUIO HOBBIE
BO3MO>KHOCTH B 3BOJIIOLIMM T'€HEPAIBHOIO IUIAHA CTPOCHMs Tena. B gacTHOCTH, 2TO
nepeMeIlieHue OCBOOOJMIIO HEHpOreHHylo 00JacTh 3apofblllla  OT CTPYKTYD
MUIIEBAPUTEILHOTO TpakTa. biaromaps sToMy B HEMpOreHHOH o00jacTu CTalio
BO3MOKHBIM (OPMHPOBAHUE TMPOXOJAIIEH BAONb BCEro Teja, BKIIOYAs TOJOBHOM
OTJEJI, OTIOPHON CTPYKTYPBI --- CHUHHOW CTPYHBI MU XOp/Ibl. BO3HMKHOBEHHE XOPAbI
MOCTYXXHJIO OTIPABHOW TOYKOW Pa3BUTHS BHYTPEHHETO CKeleTa ¢ 00pa3oBaHUEM
IIO3BOHOYHHMKA M Yepela, T. €. AAJI0 Ha4aJl0 HOBOW IIPOIPECCUBHON BETBH HBOJIIOLNN
Metazoa. HauanbpHbIe 3Tambl 3TOr0 Mpolecca OTMEUEHbI OSBICHHEM OeCUeNTIOCTHBIX,

a 3aTEM M YCJIIOCTHOPOTHIX IMMO3BOHOYHBIX.
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[Tpobnema BO3ZHUKHOBEHHUSI XOPIOBBIX SBISETCS OJHOM M3 aKTyalbHBIX, 0’KUBJICHHO
o0CyXIaeMbIX TJIaB ASBOIIONMOHHON Owonorum pa3Butusa (MBanoma-Kazac, 1995).
[Ipenxku XOpAOBBIX MMENM MEIATMYECKYI0 JIMYMHKY THUIA JUIUICYPYJbl, IOCIE
MeTamop(do3a KOTOpoil (OPMHPOBATMCH B3POCIBIE JOHHBIC KUBOTHBIC. [0 MHEHHIO
psila COBPEMEHHBIX HCCIENOBATENEH, PECHUYHBIE IIHYPBl TUILICYPYJbl MOCITYXKUIU
MaTepuaioM, JABIIMM HAa4yajo LEHTPAIBHON HEPBHOU cucTeMe XOPAOBBIX, a 3aT€M U
MMO3BOHOYHBIX KUBOTHBIX. (1999). Pa3suBas waero Jlakammu (Lacalli, West, 1993;
Lacalli, 1996) 0 BO3HUKHOBEHUH IEHTPAIHHOW HEPBHOM CHCTEMBI XOPIOBBIX MyTEM
CIIUSIHUSA PECHUYHBIX IIHYPOB JHUIUIEYPYJIbl, U3BECTHBIM ATCKUN SBOJIIOLMOHHBIN
amb6puonor Kmayc Hwunbcen mnpenmomnoxun, uro I[HHC XopmoBbiX BO3HUKIA Ha
BEHMPAILHOU CMOPOHe JAUYUHKU W3 TOM YacTU PECHUYHOIO WIHypa, KOTopas
MIPOXOIUT M03aau OjacTonopa B 3aJJHEM HANpPaBJIEHUH, TOTJa KaK OCTalbHasl 4acTb
pPECHUYHOTO IIHYpa AereHepupoBaia (puc. 24-10). CmerieHue pra Brepen U gajiee Ha
KOHTPHEWPOreHHYI0 (AOpCAbHY0) CTOPOHY 3apOJibllla, IO-BUAMMOMY, SIBUJIOCH
MPEANOCHUIKOM TOro, YTO KOHTpHEHpOreHHas o0JacTb HPHUIOHHBIX KUBOTHBIX
npuoOpena HOBYIO OPHUEHTHUPOBKY B IOJI€ TPaBUTALMM W CTalla TOM CTOPOHOM,
KOTOpas IoJyunsia HauMEHOBaHUE BEHTpalbHON. MHBIMU ciliOBaMu, B CHIIy CBOETO
IIPOMCXO0XKICHNS] BEHTpaJlbHAasi CTOPOHA NO3BOHOYHBIX HE TOMOJIOTMYHA BEHTPAIbHOMN

CTOpPOHE MEPBUYHOPOTHIX (pHc. 24-11).

Cpenu  TPEANOCHUIOK  SBOJIOIMOHHBIX — IMPOILIECCOB, KOTOpPBIE MPUBEIH K
paagvuKaJIbHOMY N3MCHCHHUIO CCHCOpHOfI AKTUBHOCTHU JKUBOTHBIX )51 3aMCHC
(GUIBTPAIIMOHHOTO XapakTepa MHTAaHWS Ha AKTUBHBIM TIOMCK M 3aXBaT >KEPTBBI,
BEIYIIyIO POJib, KaK MOJArarwT, ChITpall TaKue HW3MEHEHHs PaHHEro »MOpHOreHe3a
Kak (QopMHUpOBaHWE HEPBHOTO TPeOHsS, 00pa3oBaHWE SIUICPMATBHBIX IIAKOJ B
o0acTy TOJOBBI U Pa3BUTHE TJIOTOYHOTO amnmapata. [losBrieHne HOBBIX HCTOYHHUKOB
KJIETOYHOTO MaTepuayia 00yCIOBUIO 3BOJIOIHIO TOJIOBHI MMO3BOHOYHBIX, KOTOpasi, MO
muennto Kapna T'anca wm I'menna Hoptkara, mnpeactaBisieTr co0Oil HCTHHHOE
HBOJIIOIIMOHHOE HOBOOOPA30BAaHME, IMMOCKOJBKY 3TH HMCTOYHUKH OTCYTCTBOBAJIH Y

IpeIKOBbIX rojaoBoxopaoBbix (Gans, Northcutt, 1983).
JIeiCTBUTENBbHO, Y COBPEMEHHOTO TOJIOBOXOPAOBOTO — JlaHIETHMKA CTPYKTYpBI

COOCTBEHHO TOJIOBBI OTCYTCTBYKOT, MW XOpJda MpOCTUPACTCA BAOJb BCCro TEJa,

3axBaTblBasg H €TI0 HCpGI{HI/Iﬁ OTACI. OI[HaKO, HUCCIICA0OBAaHMsA, BBbIIIOJITHCHHBIC

208



kaHajackuM sMmOpuosiorom Typcronom Jlakammu (Lacalli et al., 1994; Lacalli et al.,
1996) ¢ wucnosb30BaHWEM METOJOB JJICKTPOHHOW MHKPOCKONMHH W THCTOXHMHH,
OOHAPYX WM OMpEACIEHHYI0 TOMOJIOTHIO TEPEeIHEro OTAeNa HEPBHOW TPyOKH
JlaHneTHUKa C TOJOBHBIM MO3IOM TIO3BOHOYHBIX (puc. 24-12). Tak, umeercs
ONpENEICHHOE COOTBETCTBHE MEXKIAY IEPBUYHBIM  JBUTATEIbHBIM  LEHTPOM
JlannetHuka m 3agHuM MO03roM [I03BOHOYHBIX; MEXay tectum M 3aJHEW YaCThIO
1epeOpaNbHOTO TY3bIPbKa, C OJHOH CTOPOHBI, U CPeIHUM MO3TOM I103BOHOYHBIX;
MEXIYy CEKPETOPHBIMH KIeTKaMu HMHPYHIuOymoma JlaHlleTHUKa W JTHOM

nudHIedanona [103BOHOYHBIX.

3HAYUMOCTh ITHX JIAHHBIX ITOJYEPKUBACTCS  MOJICKYJISIPHO-OMOJIOTHICCKIMHI
ucciaenoBaHusIMU. Tak, B caMOM TepedHEeM OTJele HepBHOW TpyOku JlaHIeTHHKA
skcnpeccupyetrcsi reH Otx. I'omonoru storo reHa Otx] m Otx2 y TO3BOHOYHBIX
SKCIpEcCHpyroTes B niepeaHeM u cpeanem mo3ry (Williams, Hoilland, 1998). T'en DIl
y JlaHleTHHKa OSKCIIpecCHUpyeTCcs HECKOJIbKO KayJnajdbHell B TepeaHell dYactu
uepedpansHoro my3sipbka (Holland et al., 1996). T'ensr 3TOTO XK€ cemelcTBa y
MMO3BOHOYHBIX (TeHBI DIX) B IICHTPATbHON HEPBHOM CUCTEME TAK)KE IKCIIPECCUPYIOTCS
UCKITIOYUTENFHO TONbKO B mepeanemM Mo3ry. Hakonen, Hox-rensr JlanmerHuka
AmphiHox 1 v AmphiHox 3 skcnpeccupyroTcst B 0ojiee KayIadbHO PAaCIOI0KEHHOU
o0nacTu mepenHed 4YacTh HEpPBHOMW TpPYyOKH, JOCTUTas, COOTBETCTBEHHO, YpPOBHS

rpanuibl Mexay 3 u 4 comutamu (AmphiHox 1) u rpanunst Mmexay 4 u 5 coMutamu

(AmphiHox 3) (Holland, Holland, 1966) (puc. 24-13, Wilkins).

Takum  oOpa3oM, HOBOOOpa3oBaHHE  TOJOBBI  IO3BOHOYHBIX,  BO3MOKHO,
MOJIpa3/eNAeTCs Ha HECKOJbKO HE3aBUCHUMBIX MPOIECCOB, MPOMCXOAUBIIUX B XOJE
JUINTENbHOM Mo3anyHOW sBomonuu. CHavana, MO-BUIAMMOMY, JOJDKHA OblLia
BO3HUKHYTh (DYHKIIMOHAIbHASI U CTPYKTypHast AuddepeHuranus nepeaHero otaena
HEPBHOM TpyOKH, KOTOpas co3faja MpeanoChUIKA (OPMHUPOBAHUS CIOKHOTO MO3ra
MO3BOHOYHBIX. He3aBUCHMO OT 3TOTO (pOpMHPOBANIHCH MOJEKYJSIPHBIE MEXaHHU3MEI,
o0ecreunBIIe BO3HUKHOBEHHE HOBBIX HCTOYHUKOB TKaHEH, MOSBICHHE KOTOPBIX

CACJIAJIO BO3MOXXHBIM PA3BUTHUC YCPCIIA.

OOpa3zoBaHne aMHHOHAa W JIPYTUX 3apPOJBIIMICBBIX O0OJIOYEK B COYCTAHWH C

HCKOTOPBIMU  JIPYIr'MMHU HU3MCHCHUSAMU OHTOI'CHE3a ITOCIYXKXHUIIO H606XO,HHMOﬁ
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HpG,Z[HOCLIJIKOfI OCBOCHHUA CYHIM BTOPUYHOPOTLIMHU. Ha »tom IMyTA BO3HHUKAIOT

PENTUINHA, IITUBI U MJICKOIIUTAOIINEC.

Hamy mnombiTky 00pucOBaTh MOCTYNATENbHBIA XOJ 3BOJIOLMU MHOTOKJIETOYHBIX
KMBOTHBIX, OOYCJIOBJICHHBINA MOCJIEI0BATEIIbHBIMU M3MEHEHUSMH WHIMBUAYAIBHOTO
pa3BUTH, HE CJeIyeT BOCHPUHUMATh KaK yTBEPKICHHE HEMPEIOKHOCTH
omuchIBaeMoro creHapus. Hama 3amada cocrosia quis B TOM, 4TOOBI TOAYEPKHYTh
KpPEaTUBHYIO POJb HHIUBUAYAIBHOTO DPa3BUTHS B BO3HHMKHOBEHHUH HOBBIX (POpM
KUBOTHbIX. HakorieHwe naHHBIX B 3TOM 0OJacTH, €CTECTBEHHO, NPUBEIET K
pa3pylIeHUIO CTaphlX M (POPMHUPOBAHUIO HOBBIX MPEACTABICHUH 00 3SBONIOIHH
Metazoa. OnHako, uaest 0 TBOPUYECKON POJIM OHTOr€HE3a, Ha/l0 HAAESThCs, Ha/l0Jro

OCTaHETCS MyTEBOJHOM 3BE3/10M JIJIsl UCCIIEIOBATENEH IBOTIOLMH KUBOTHBIX.
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I'JIABA 15. JTUOPEPEHIIUAJIBHAA AKTUBHOCTb I'EHOB

15.1. IIpoGsiema reHeTH4YecKoii HAEHTHYHOCTH HH(pdepeHIPOBAHHBIX KJIETOK

Ponp HacnencTBeHHOro ammaparta KIETKH B Ipolieccax 3MOPHOHATBHOTO Pa3BUTHS
cTajla IPEeIMETOM MPUCTAIBHOIO U3Yy4EHHUs YK€ B KOHIE 19-ro croneTtus. DaMyHA
Buibcon (1856 - 1939), ananu3upys mporeccsl Meio3a, MUTO3a U OIJIOIOTBOPEHHS,
noA4YCPKUBAJI POJIb XpOMaTHUHA ACP B 3M6pI/IOHaJ'IbHOM Pa3sBUTHHU, KaK BCHICCTBA,
HETOCPEICTBEHHO CBS3aHHOTO C TepeAadeil HaclIeICTBEHHBIX CBOMCTB OT IMPEIKOB

IIOTOMKaM.

B 1880-x romax Asryct Beiicman (1834-1914) mpemioxun KOHLEMIUIO, KOTOPAs
ObUTa, TO-BHIMMOMY, TIEPBOM  CMEJIOH  TIONBITKOM  OCMBICIHTH  SIBIICHUS
WHJIUBHUIyaIbHOTO M MCTOPHUYECKOTO PA3BUTHA HA €IUHOM --- T€HETHYECKOW ---
ocHoBe. CornmacHo Asrycty Beiicmany, nuddepeHnmanus COMaTHUYECKUX TKaHEH
SIBJISICTCS] PE3yIbTaTOM HEPABHOHACIICICTBEHHBIX JCIICHUM KJIETOK, B X0 KOTOPHIX B
pa3Hble KJIETKH MONaJaroT pa3Hble N€HETUYECKHUE AETEPMHHAHTHI. JIMIIb B JUHUU
MOJIOBBIX KIJIETOK, MO MHEHHMIO BelicMaHa, COXpaHSIOTCS BCE HACJIEACTBEHHBIC
(bakTopbl, YTO U 00eCreYnBaeT TeHETUYECKYIO IPEEMCTBEHHOCTh B Py MOKOJICHUMH.
[IpencraBienne o HEPaBHOHACIEACTBEHHBIX KJIETOUHBIX JEJIEHUSAX, KaK O TJIaBHOM
npuHIHe AuGQPEepeHIHANIN 3apoJblia, OBUIO ONMPOBEPTHYTO SKCICPUMEHTAMH
Hpuma (1867 --- 1941) u apyrux ucciemoBarenieid, KOTOpbIe MPOAEMOHCTPUPOBATH
PETYISITHBHYIO  CIIOCOOHOCTh  M30JHMPOBAHHBIX OJIacTOMEpPOB 3apojblmia  (CM.
BBengenue). OTm  ngaHHBIE  CBHJIETEIBCTBOBAIM B MOJB3Y  CHUMMETPUYHOTO
pacmpeneneHns HacleACTBEHHBIX (DaKTOPOB MEXIy MEeNSIIUMUCS KieTkamu. Wnes
PaBHOHACIICJACTBEHHOCTH JICJICHUN HE MOIJIa HE TOPOJUTh Y MHOTHUX SMOpPHUOJIOTOB
CKENTUYECKOI0 OTHOIIEHUS K T'eHaM, Kak (akTopaM yIpaBleHUS SMOpPHUOTEHE30M,
MOCKOJIbKY OHONIOTHS TepBOil MoMOBHMHBI XX CTONETHS HE MOIJA MPEJIOKHUTH
MIPUEMIIEMOTO OOBSICHEHUS MEXaHU3MOB JHU(PepeHITnaANTBHON aKTHBHOCTH T'€HOB B

pa3BUTHUH.

TeMm He MCHEC, B pa3HbIX obnacTax OMOJIOTHH --- OUTOJOTHH, TCHCTHUKCE, 9M6pI/IOJ'IOI‘I/II/I
--- HaKaIlJIMBAJIUCb CBUACTCIILCTBA B IIOJIL3Y TOI'0, YTO BOSHUKHOBCHHC PA3HBIX TUIIOB

KJIETOK U TKaHEH OOBIYHO HE CBSA3AHO C PAa3HOKaA4YC€CTBECHHOCTHEO I'CHOMOB. KOHC‘IHO,



ObUIM M3BECTHBI JAHHBIE O TOM, YTO B paHHEM pa3BUTHU MOTYT HPOHCXOIUTH
CYLUIECTBEHHBIE HW3MEHEHHMs TI€HOMa, TaKMe KakK JUMUHYLUs XpOMaTHHAa U
JIMMUHALIASA XPOMOCOM B KIJIETKaxX, AAIOIIUX HAYaJI0 COMAaTHYECKUM 3adaTKaM (CM.
ri.1). [lo3aHee cTanu U3BECTHBI Ciydad YMHOXKEHHS YacTU I€HOMa WJIM JIOKaJlbHas
amnaugukayusa (ot nart. amplifico --- yBenmumBath) JIHK HEKOTOpBIX T'€HOB,
CBSI3aHHAsE €O cHenuanu3anuend kierok. Hampumep, B (OUIMKYISAPHBIX KIETKaX
sugarKa [{po3oduiasl aMImmuUIUPYIOTCsS TeHbI, KOHTPOJIUPYIOIINE CHHTE3 OCITKOB
gifieBoi  00onouku --- xopuoHa. Ammmdukamus JIHK omnpeaenenHoro mokyca
XapakTepHa JUISI XPOMOCOM KJIETOK CIIIOHHBIX ene3 Rhynchosciara (Diptera).
[Tpumepom ammmuduxanuu JIHK, cBszannoi ¢ nuddepenuanyeid KIeToK, SBISETCS
MHOT'OKpaTHOE YBEJIMYEHHE YHUCJIa TEHOB, KOHTPOJMPYIOLIMX CHHTE3 aHIpOTeH-
cBsI3bIBaroLero Oenka B kieTtkax Ceprosu yenoBeka M MiekonuTarounmx. Hakonern, B
ocHoBe  nuddepeHnmanuu  TUMQPOIMTOB  BBICHIUX  IMMO3BOHOYHBIX  JICKHT
pexombunayuss  JJHK, Onaromaps KOTOPOH  BO3HHMKAIOT  KIOHBI  KJETOK,
CTIEMANM3UPOBAHHBIE HAa BHIPAOOTKE BBICOKO CIEIU(PUUECKUX OEITKOB --- aHTHUTET,
KOTOpbIE 00€CMeYrBalOT MMMYHHYIO pEakIMio opraHu3Ma. braronaps CioXXHBIM
MOJICKYJIIPHBIM ~MEXaHU3MaM peKOMOMHAaUMU ompeaeneHHbx obnacteidr JHK
CTAaHOBHUTCS BO3MOXXHBIM CHHTE3 MWJJIMOHOB PA3JIMYHBIX AHTUTEN IOJ KOHTPOJIEM

OIrpaHUYCHHOI'O YHCJIa I'CHOB.

Bcé ke wuccrnemoBaHMs pazHOOOpa3HBIX SIBICHUHM pa3BUTHS CBHUICTEIHCTBOBAIN
CKOpee B MOJIb3y TOTO, YTO MPOLECCH YMOPHOHAILHON TU(PepeHIHanuu 00IYHO HE

CBsA3aHbI C H606p8.TI/IMLIMI/I HU3MCHCHUAMU I'CHOMA.

IMosnTenuble xpomocoMmsbl. lccrnenoBarenu yxe naBHO oOpaTW/IM BHHUMAaHHE,
HarpuMep, Ha HEU3MEHHOCTh CTPYKTYPbI, OTKPBIBIICUCS MPU U3YyYEHUU THTAHTCKUX
MIOJIMTEHHBIX (OT Tped. TOAVG --- MHOTHH; JIaT. taenia --- JEHTa) XPOMOCOM JIMUNHOK
JNBYKPBUIBIX ~HaceKOMbIX. [loIMTEHHBIE XpOMOCOMBI BO3HHUKAIOT B KIETKax,
MPEKPATUBIINX ~ MHUTOTHYecKHe  nejeHus. OnHu  o0OpasyrloTcsi  BCIJIENICTBHE
MHoOrokpatHoi perukanuu JIHK u HepacxoxkaeHuss HOBOOOpPa30BaHHBIX MOJICKYJI
mocne wux GopmupoBaHus. B pe3ynpTare TakoW MONHUILIOWIM3ANNUA  KJIETOK
MOJUTEHHbIE XPOMOCOMBI coaepkaT kojqumuectBo JIHK, B coTHM u Thicaunm pa3
MIPEBBIIIAIONIEE COACP)KAHUE B HOPMAJIBHBIX XPOMOCOMAX JMIUIOMAHBIX KIETOK.

bimaromaps  cBouM  pasMepaM  IIOJIMTEHHBIE  XPOMOCOMBI  JOCTYIIHBI  JJIA



CBETOOINTUYECKUX HCCIICAOBaHUM. M3ydeHHue STHX XPOMOCOM ITUTOJOTMYCCKHUMHU
METOJIaMH BBISIBHJIO XapaKTEPHYIO CTPYKTYpY, @ MMEHHO, YepelIOBAHUEC TEMHBIX U
CBETJIBIX IOJIOC, YTO CBSA3aHO C Pa3HOM CTENEHBIO KOHICHCAIIMHA XpoMaTHHA. TeMHbIe
MOJIOCHI, MJIH XPOMOMEPBI, COOTBETCTBYIOT y4acTKaM C 0OoJjiee KOHICHCHPOBAHHBIM
xpoMaTuHOM. OKa3ajioch, 4YTO YUCAO XPOMOMEPOS SGNSAEMCsE NOCMOSIHHBIM  OJlsl
xpomocomol Oannozo muna. ConocmasieHue PUCYHKA NOJUMEHHbIX XPOMOCOM 8
KIIEMKax, UMelowux pasHulii mun oug@epenyuayuu, yoexrcoan 6 mom, 4mo npoyecc
cneyuguueckol ouppepenyuayuu Kiemoxk He C8A3aH C YMPAamou Kakux-iuoo

yacmell XPOMOCOMDbL.

O mnoTeHIMaTbHOH TOTUIIOTEHTHOCTH TE€HOMOB JU(PPEPEeHIIMPOBAHHBIX KIETOK
KOCBEHHO CBUJIETEJIBCTBYIOT JaHHBIE O MPUHIUIHNAIBHON BO3MOXHOCTH HM3MEHEHUS
JeTepMUHAINK U JUQPepeHIrauy KIeToK. Ecau KIeTKH U3MEHSIOT XapaKkTep CBOeH
J€TePMUHAIIMH, TOBOPAT O mpancoemepmMunayuu, BO BTOPOM CIIydae pedb UJAET O

mpancougpepenyuayuu.

Tpancaerepmunanus. SIBieHre TpaHCAETEPMUHALIMUA ObUIO OTKPBITO IPU U3yUYEHUU
MOTEHIIMH KJIETOK MMarnHAJIBHBIX IUCKOB Jlpo3odunsl. Y muunHok Jpo3zoduiibr
UMeeTcss J1Ba OCHOBHBIX Kiacca KjieTok. OAuH W3 HHX, HauOojee OOIIMpPHBIH,
MIPEJICTABJIEH B MOJIUIIOUIHBIMU KJIETKAMHU, KOTOPbIE BXOAST B COCTAB JTUYMHOYHBIX
TKaHeW. Jlpyrol kmacc KIETOK, cocTaBisomui npumepHo 10%, cocrout w3
Hean(GEpPEHIIUPOBAHHBIX TUTUIOUIHBIX KJIETOK MMardHAJIBHBIX TUCKOB, KOTOPHIC B
xone Meramopdo3a GOpMHUPYIOT Pa3HOOOpPa3HBIE OPTaHBlI B3POCIOTO KUBOTHOTO (OT
naT. imago --- oOpa3). M3BecTHBI, HampuMep, UMaruHalbHbIe TUCKA aHTEHH, IJas,
HOT, KpBUIBEB, XY}OKajel, TeHuTanueB W Ap. HemuddepeHnupoBaHHBIE KIETKH
MMarvuHaJbHBIX JHUCKOB JE€TEPMUHUPOBAHBI, T.€. CyAb0a UX CTPOTO MpeoIpeaeeHa.
[TosTOMY TpH SKTONUYECKON MUMIUIAHTALIUA UMAruHaJIbHOTO JUCKA, HAIIPUMED, TJaza
B OpIOIIKO JIMYWUHKH, Y B3pPOCJIOH MyXH B OOJacTH OpIOIIKA TIOJ] BIUSHUEM
TOPMOHAJILHOTO CTUMYyJIa B mepuoj Metamopdo3a U3 UMILIaHTaTa Pa3BUBAETCSA TJias.
[Ipy wuMMIaHTAMM HWMAarvHajIbLHOTO JHCKAa B3POCIOMY JKMBOTHOMY pPa3BHUTHE
Ne(UHUTUBHOIO OpraHa M3-3a OTCYTCTBHUS HEOOXOIUMOT0 TOPMOHAJILHOTO CHUTHAla
He mnpoucxoaut. IlosTomMy wuMMIaHTanus MaTephala HMardHAJIbHBIX JUCKOB
B3pOCIBIM  MyXaM  TIO3BOJISIET  TOAJEPKHBATH  CBOCOOPA3HYIO  KYJBTYPY

ACTCPMUHUPOBAHHBIX KJIICTOK JUCKAa B TCUCHUC MIIWUTCIBHOI'O II€pUOJa BPEMCHHU.



CoOTBEeTCTBYIOIIME KOHTPOJbHBIE MEPECaJKU 3TOr0 MaTepuana JMYUHKAM JaioT
BO3MOXXHOCTh YOEIUTHCSI B YCTOMUMBOM COXPAaHEHUHU UX MEPBOHAYAIBHOIO CTaTyca.
Tem He MeHee, H3penKa MPOUCXOJUT CHOHTAHHOE HW3MEHEHUE XapakTepa
NETEPMHUHAIIMY, WM TpPAaHCIECTEPMHUHAIMSA, M BMECTO TJiaza OO0pa3yloTCs WHBIC
opraHbl. SIBieHuEe TpaHCACTEPMHUHALIMM HEABYCMBICIEHHO TOBOPUT O TOM, 4YTO
OOBIYHO 6  3ayamkax, OemepMUHayusi KOMoOpvlX mpedOyem  aKMU8HOCMU
ONpeoeNeHHbIX 2eH08, COXPAHAIOMCA MAKdice U UHble 2eHbl, KOmopvle HeoOX0O0UMbl

0151 pazeumust Opyeux opeaHos.

Tpanciuddepenuuanus. V3menenne cyap0bl KIETOK MOXKET MPOUCXOAWTh U Ha
Ooree TMO3AHMX CTaAWAX Pa3BUTHUSA, Korja oOpa3yroTcs CTPYKTYpHO U
(GYHKIIMOHAITEHO Qg QepeHIMpOBaHHBIC OpraHBI. OT0  sBIIEHHUE, WA
Tpancaud pepennmanysi, 0OHapyKMBAETCs KaK MPH HOPMAJIbHOM Pa3BUTHH, TaK U B
OKCIIEPUMEHTAIBHBIX YCIIOBHUAX. ITpumepom OHTOI'€HETUYECKON
TpaHcauepeHIuami ~ MOXKET  CIYXHTh 3aKOHOMEPHO  IPOUCXONAIICEe B
WHANBUAYATHHOM Pa3BUTHH TMEPEKIIOUEHUE KIIETOK JIaOMallbHOM Kene3bl KYKOJKH
IIEIKOBOM MOJIM C CHHTE3a KYyTHKYJbI Ha CHHTE3 CEKpeTa, pacTBOpuUTeis (hepMeHTa
BBUIYIUICHUS, KOKOHa3bl. HeuTo anamoruuHoe HaOmiogaercs Uy Jpo3oduibl, y
KOTOpPOU TMOJIUIIJIOUHBIC KIIETKU CIIOHHBIX JKeJle3 B TEUCHHE WHIMBUAYaIbHOTO

pa3BUTHS BbIpabdaTHIBAIOT, CHavajIa OJHH, a 3aT€M APYTHUe MPOIYKThI CEKPELIMH.

SIBnenne TpaHcauddepeHIHaMK YacTo HAOMIOAAETCS B OKCIIEPUMEHTAIBHBIX
YCIIOBUSX, HAIpUMEp, TPU PEreHepanny, a Takke B YCIOBUSAX KyJIbTHBHPOBAHHS in
vitro. Kimaccuueckum npumepoM Tpancaud@epeHunanuu SBiIsieTcsl TaKk Ha3bIBacMast
BonbdoBckas pereHepanus XpycTainuka y B3poCibIX TPUTOHOB. [locie onepaTuBHOTO
yIaJleHUs XpyCTalMKa MUTMEHTHBIE B KJIETKaX JIOPCAIbHOW O0OJacTH paty’KKH,
CTNEIMANM3UPOBAHHBIX HAa BBIPAOOTKE MEJAHWHA, BBIKIIOYAETCS  JKCIPECCHUs
cnenuduueckux TeHoB pP344 m MMPI115 (TeH, KOHTPOJIUPYIOIMHA oOpa3oBaHHE
MEJIaHOCOM) M TpeKpamiaeTcss CHHTe3 MenaHuHa. [lenuddepeHnupyromuecs: KIeTKH
OCBOOOKIAIOTCS OT MUTMEHTHBIX TeJNEll --- Menanocom (OT Tped. LEAOV® --- TEMHETB;
copo --- Teno). Benen 3a neauddepennnanveit Hactynaer ¢asa nponudepanuu, a
3aTeM M chenu@uKanuyd 3a4aTka HOBOTO XPYCTaJMKa, MMEIOIIEro CHayaia BHJ
IIaPOBHUIHOTO pa3pacTaHus, KOTOpoe 3aTeM 00ocobiseTcss oT paxykku. [Iporpamma

I_[I/ITO)II/Iq)(l)epeHI_II/IaHI/II/I B HOBOM 3a4YaTKC pPE3KO OTIUYAaCTCA OT MpPpOrpaMmbl,



XapaKTepHOU Ui MUTMEHTHBIX KJIEeTOK. KJeTku pereHepupoBaBIIEro XpyCTalIHKa
IKCTIPECCUPYIOT TEHbl KPHCTAUIMHOB, M  CHHTE3HPYIOT  COOTBETCTBYIOIIHUE
cnenuduueckue Oenku --- 0-, - U y-KpuctawmuHbel. Takum oOpa3oMm, B XoJe
pereHepanyv  paJAuKadbHO W3MEHseTcs aupdepeHImanus KIeTOK, Y KOTOPBIX
perpeccupyeTcsi CHCTeMa TeHOB, CBSI3aHHAS C CHHTE30M MEJaHWHA, W aKTHBHPYETCS
cucTeMa CHHTEe3a KPUCTAUIMHOB. PeanbHOCTh TpaHcauddepeHunaniuy nurMeHTHOro
STMHTENHA PAJy>KKH ObllIa TOKa3aHa U B YCIOBUAX KYJIbTYPHI TKaHei. OUuIeHHbIE OT
KJIETOK CTPOMBI KJIETKM PAaIyKKH TUCCOLMUPOBAIM Ha OTICIbHBIC KICTKH H
KyJbTUBUPOBAIH in Vitro. Pa3MHOXKatoMecs KJISTKH MOCTEIIEHHO OCBOOOXKIAINCH OT
MEIaHOCOM M (OPMHUPOBATIM MOHOCIOW HENWTMEHTHPOBAHHBIX JIUTEIHATBHBIX
kierok. [locne 3aBepiieHus nponudepanun KIETKH B HEKOTOPBHIX OOIACTSIX BHOBb
MpeBpaIlaINCh B NMUATMEHTHBIE. TeM He MeHee, B HEKOTOPBIX Y4YacTKax HMPUMEPHO
gyepe3 1,5 mecsama Habmomann oOpa3oBaHWE IMPO3PAYHBIX TEN Pa3HBIX Pa3MEpOB,
KOTOpble OBLTM Ha3BaHBl JeHMouoamu, TOCKOJIBKY B HHX ObuUlM OOHApy>KEHBI
KpUCTAUTUHBL. VIHTEpEeCHO, YTO B YCIOBHUSX KYJIBTHBHUPOBAHUS KIIETOK JICHTOMJIBI

ObLIH TIOJIYYCHBI HE TOJIBKO U3 HOpCaHLHOﬁ, HO "N U3 BCHTpaHBHOﬁ YaCTH paayxKH.

SIBnenne TpaHcauddepeHManK  yKasplBa€T Ha TO, 4TO crenuduyeckas
muddepeHmanus KIeToK, 00yCIOBICHHAs aKTUBHOCTBIO OINPENENICHHOW CHUCTEMBI
T'€HOB, OOBIYHO HE CBS3aHA C MCYE3HOBEHHEM CHCTEM I'€HOB, aKTHBHOCTH KOTOPBIX

HeoOxoauMa AJisl APYTUX TUIOB AePUHUTUBHOMN CHEIIHATU3ALINH.

Ietepokapuonbl. ®Du3uyeckoe COXpaHEHHE TEHOB, (GYHKIMS KOTOPBIX HE
MPOSIBIIICTCS. TPU JaHHOM THIE TuddepeHIranud, 9eTKO JIEMOHCTPHPYETCS B
OIBITaX TO CIUSHHUIO KJIETOK, MMEIOUINX pas3Hylo crenuaim3anutoo. Hampumep, npu
UCKYCCTBEHHOM CIIMSIHUM KJIETOK TeNmaTOMbl MBI C aMHUOIUTAMH WM
TUMQPOIIMTAMA YeJIOBEKAa 00pa3yIONIUecs TeTePOKAPHUOHBI, COJIEPKAIIHC sIIpa MBIITH
W YeJOBEKa, OOHAPYXHMBAJIM CHIBOPOTOYHBIM anbOyMHH, TpaHcheppuH H JApyrHe
OeNKM TIEYCHH 4YellOBeKa. OTH JaHHBIE MOXHO HWHTEPIPETHPOBATH, Kak
CBUJIETEIBCTBO TOTO, YTO KOO Oelicmseuem pe2yiamopHblX S0epHbIX 0enKos
NeYeHOUHbIX KIeMOK MblUll BKIIOYAIOMCS 2eHbl, AKMUGHble 8 NeYeHU 4elo8eKd, HO
Monuawue 8 AMHUOYUMAX uiu aumpoyumax. AHaJIOTHYHBIC PE3YIIbTATHI MOTYYEHBI C

MHUOLUTaMU MbIH (puc. 15-1).



KnonupoBanue KMBOTHBIX. HeTpyJaHO 3aMeTHTh, YTO BO BCEX PACCMOTPEHHBIX
ciiydasax peyb Iuia O COXPAaHCHHMHU KAaKOro-To réHa Uil CHUCTEMbI I'CHOB, (bYHKIII/II/I
KOTOPBIX YAaBaJloCh BOCCTAaHOBHTh B YCIOBHUSX OJKclepuMeHTa. KapauHanbpHOe
pelIeHre BOIpoca O COXPaHEHUHU BCEX MOTEHLUMH TeHoMa B AU(QepeHIUPYOMEeMCs
3apopllie, KaK Ka3ajJoch, MOTJIO OBITh MOJYYEHO B SKCIIEPHMEHTE IO 3aMEHE sapa
3UTOTHI JUILIOUIHBIM SIIPOM COMATHYECKOW KJIETKH. MOTYT JIM si[jpa COMaTHYECKUX
KJICTOK, B3SITBIX U3 pa3HbIX TKaHEW WM 3a4aTKOB, MOJOOHO SAPY 3UTOTHI O0ECIICYUTh
HOpPMaJIbHOE pa3BUTHE 3apojbliia, ero mopdoreHes u nuddepeHuanuo Beex

KJICTOYHBIX THUIIOB, BK/IFOYas1 JIMHHUIO ITOJTOBBIX KJIETOK?

[To-BuauMoMy, TEpBOW MOMBITKOM IMOJOMTH K PEIICHUI0 3TOW MpoOjaeMbl ObLIH
skcnepuMeHnThl ['. IllmemanHa, BhimosiHeHHBIE B 1928 r. IllnemanH HakiambiBa
JUTaTypy Ha OIJIOJOTBOPEHHOE SHI0 TPUTOHA TaK, YTOOBI METJS coBMaia Obl C
CaruTTAJIBHOHN TUIOCKOCTHIO. 3aTSTHBas METIIO MepeI MEPBBIM JCIICHUEM JIPOOJICHHUS,
OH MOJTyyala sWla, NOApa3/ICICHHbIE HA JBE PABHOLICHHBIE YAaCTH, PA3NMYHUE MEXKIY
KOTOPBIMU COCTOSJIO JIMIIb B TOM, YTO OJHA MOJOBUHA COJEpKayia sapo, a Apyras
ObuTa Oe3bsaneproit. Ocmadisis uraTypy B iepuoa apooierus, [llnemann noduBasics
TOTO, UTO B 0€3bAJIEPHYIO MOJIOBUHY MPOHHUKAIH sIpa MOCJE MEePBOT0, BTOPOTO WUIU
TpeThero aeneHus apobnenus. Ilociae momamanus siapa B OE3bAACPHYIO MOIOBUHY
siIa JUratypa CWIbHO 3aTSATMBAJIACH, U TIOJOBUHKH 3apOJbIIIa U30JIUPOBAINACH APYT
oT napyra. B 3Tux ompiTax OBUIO MOKa3aHO, YTO siipa MOCIE YETBEPTOTO JEJICHUS
IpOOJICHUST COXPAHSIOT BCE MOTEHIMH, KOTOpPbIE HEOOXOMWMBI MJisi 00ecTeueHus
pa3BUTHSA N0 CTaAMM JIMYUHKU: 00€ pa3zfefieHHble TMOJOBHHBI fllla HOPMAaJbHO

pa3BUBAIMCH B TIOJHOLIGHHBIC TUYUHKH (pHc. 15-2).

Opnaxo numib B 1950-pie ronbl naHHAs MpoOieMa craja JAOCTYIHON AJs MIMPOKOTO
AKCIIEPUMEHTAIILHOTO aHanu3a, korjaa bpurrc u Kunr (1952) paspabotanu MeToauky
sHyKJIeanuu (yIaleHus spa) 3UroThl U TPAHCIUIAHTAIIMH C MTOMOIIBI0 MUKPOIUIIETKH
a1ep, B3ATBIX U3 OiacTtomepoB OmacTynbl Rana pipiens. OTH ONBITBI OKa3aiKCh
YCHEMIHBIMU: TIOCJIe TPAHCIUIAHTAIUH sipa B SHYKJIEHPOBAHHBIE siflla HaOII0AaI0Ch
HOpMaJIbHOE pa3BUTHE, B pe3yJIbTaTeé KOTOPOro (OPMHUPOBAIHMCH T'OJIOBACTHKHU.
Bmecrte ¢ TeM OmbITHI € siipaMu OCTAMOPUOHATIBHBIX KJIETOK 1Al OTpHUIaTeJIbHbIE

pe3yJIbTaThl.



Eme Gonee BneuaTIsioNnIfe pe3yabTaThl ObLIN MOTYYEHB! aHTIIHMHCKUM 3MOpPHOIOTOM
I'épmonom (Gurdon, 1962) B aHATOTHYHBIX OMBITAX HA IIMOPIIEBON JISATYIIKE Xenopus
laevis. Tlpy BBeJICHWU B SHYKJIICUPOBAHHOE SHIO Xenopus spa, BBIICICHHOTO W3
sJIpa KUIIEYHOTO MUTEIINS rojioBacThKa, ['€pioH HAOI0IaT pa3BUTHE JIMYMHOK, a B
psie ciay4aeB €My YIaloCh TOJXYYHTh B3pPOCHBIX (DEPTHIBHBIX JIATYIIEK, YTO
CBUACTECIIBCTBOBAJIO O TeHETUIECKOU UACHTUYHOCTU SAACP KICTOK KHUIICYHOI'O

SMUTENMS TOJI0BACTHKA U 3UTOTHI (puc. 15-3).

OnbIThI, B KOTOPHIX OBLIM MCTIONB30BAHbI SApPa U3 MOJHOCTHIO AU PepeHTupOBaHHBIX
KJIETOK B3pPOCHBIX KHUBOTHBIX, OOHAapYy>XWJIM 3aMETHOE CHIKEHHE TPOICHTA
YCHEIIHOTO Pa3BUTHUSA, WU JaXke MOJHOE ero orcyTcrBue. Mcrounukom siaep uist
TpPaHCIUIAaHTALUU TOCIYKWIHA MIEPBUYHBIE KYJIBTYPhI KIIETOK MOYEK, CEPALA, JETKOTr0o
U Jpyrux opraHoB. I B 3TOM ciydae TpaHCIIAHTUPOBAaHHBIE B 3HYKIEHUPOBAHHOE
U0 siApa WHOT/AAa O0ECIeYMBalM pPa3BUTHE TOJIOBACTUKOB, OJHAKO, TIPOLIEHT

YCIICHIHBIX MEPECANOK PE3KO CHUIKAJICA.

CHW)XEHHE TIPOIICHTa YCIEHIHBIX ONBITOB TPeOOBAIO CIEIUATLHOTO aHAJN3a,
MOCKOJIBKY OHO HE HCKII0Yajl0o BO3MOKHOCTH HEOOpaTHMBIX M3MEHEHHH T'€HOMa B
nporecce TkaHeBoW guddepenmmanuu. C  Apyrol CTOPOHBI, OTPUIIATEIBHBIN
pe3yabTaT MOT ObITh 00YCIIOBIIEH HHBIMHU IPUYMHAMH, HE CBSA3aHHBIMU C M3MEHEHUEM
MOTEHIIMI TeHOMa B Tpolecce pa3BuUTHsA. B Xxome aHanmm3a 3Toil mpobiembl Oblia
npeIoKeHa METOJIMKA NPEIBAPUTEILHOTO KJIOHUPOBAHHS saaep
mudQepeHIMPOBaHHBIX KJIETOK B JpodsmeMcs sifie. B3sTble U3 KIETOK KOXH
B3pOCJIOT0 KHBOTHOTO SiZ[pa TPAHCIIAHTUPOBAIN C YHYKJICHPOBAHHBIC ST, YACTh W3
KOTOpBIX (oKoJi0 20%) HaunmHamu npodnenue. Kaxxmas Onacryia, moiyuyeHHass TAKHM
o0pa3om, MpeIcTaBIseT cOO00H, MO CYMIECTBY, KIIOH KJIETOK, UMCIOIINX WICHTUIHBIC
reHombl (puc. 15-4). OmHako Korza B SHYKJIECHPOBAHHBIC SHIa TPAHCILIAHTHPOBAIH
A1pa, B3AThIC U3 PA3HBIX OJIACTOMEPOB OJHOM M TOM ke OIacTyJIbl, T.€. SApa OAHOTO U
TOTO JK€ KJIOHA, OKa3ajoCh, YTO IpPOOWIIOCH JHIIb OKoJo 30% suil. DTOT OMBIT
MoKasall, 4To sjpa, NPUHAUICKAIIUE K OJHOMY KIOHY, T.e. UMCIOIIUE HCXOJHO
UJCHTUYHBIE TEHOMBI, TEM HE MEHee, pa3JIHyYaloTCs 10 CBOEH CIOCOOHOCTH
KOHTPOJHPOBaTh pa3Buthe. OTCIOAA CIEAYeT BaKHBIA BBIBOJ, YTO OTPHUIATEIHHBIN
pe3ynbTatr, a UMEHHO HeCnOCOOHOCMb MPAHCHAAHMUPOBAHHBIX 0ep NOO0ePHCUBAND

paseumiue 3apodb1ma moacem u He 3asucenib oni nomem;m? 2eHoMdA. HOSI{HGG



BBISICHWIOCh, 4YTO HA  pPE3yJbTaTbl ONBITOB €  TpaHCIJIAHTALMEH  sAep
BBICOKOCIICIIUAIM3UPOBAHHBIX TKAaHEW BIUSAIOT HE TOJbKO T'€HETUYECKUE IMOTEHIIUU
aep, HO W MHOTHE Jpyrue MPHUYMHBI, TaKhe KaK COCTaB Cpelbl, B KOTOPOW
HaXOJAWIHNCH TPAHCIUIAHTHPYEMBIE sIpa, IpoupepaTUBHBIN CTaTyC KIETOK U JAPYTOE.
Bbbu10 ycTaHOBJIEHO, YTO MUKPOXUPYPTUYECKUE ONEPAIK U IEPEHOC SEP BBI3BIBAIOT
pa3aMYHOTO pOJAa XPOMOCOMHBIE HApYyLIEHUS, B TOM YHUCIE AaH3YIUIOUAMIO,
BO3HHUKHOBEHHUE KOJIBIEBBIX XPOMOCOM, pPa3HOro pona TpaHciokauuu. [Ipu sTom
0Ka3aJ0Ch, YTO B pa3HbIe MEPHOABl KIETOYHOTO IUKJIA YCTOWYMBOCTH XPOMOCOM K
MOBPEXKACHUSIM HeoAuHakoBa. Hampumep, anpa, BbIIEIEHHBIE U3 KJIETOK, KOTOpBIE
HaxomATcsl B TpecHHTeTHYecKor ¢aze Gl KICTOYHOTO IIMKIIA, COXPaHSIOT
HOPMAaJIbHBIM KapUOTHUII IPUMEPHO JulIb B 4% ciydaeB, TOTJa Kak siApa U3 KIETOK S
nu G2 ¢a3 Oonee ycTOWYMBBI K TPOLEAYpEe TPAHCIUIAHTAIIMH, W HOPMAJBHBINA

KapuUOTHTI 3/1eCh HaOmoaaeTcs B 25% cirydaes.

W3yuyeHne moTeHIM TeHOMa METO/IOM TPAHCIUIAHTALUU SJep, B3ATHIX M3 KIETOK Ha
pasHBIX CTaAUAX pa3BUTHI, MOMUMO aM(puOMH NTPOBOJWINCH HAa HACEKOMBIX,
000IOYHMKaX, pbI0AX M MICKONMHUTAIOMUX. VlccriemoBaHus, BBIOJIHEHHBIE Ha
MJICKOTIUTAOLIHX, ere pa3 MOTYEPKHY TN, 9TO HECIoCOOHOCTh
TPaHCIUIAHTUPOBAHHOTO sJipa 00ecreunuTh SMOpPUOreHe3 He 00s3aTeNIbHO CBsI3aHA C
yTpaToil TOTUIIOTEHTHOCTH, a MOXKET OBITh OOYCIIOBIICHA MHBIMU NMpUYMHAMH. Tak, y
MBIIIM Ha CTaJuU JBYX OJIACTOMEPOB, KOTJa OHM €IIe HE JACTEPMUHUPOBAHBI, U
KaX/bIil 13 0JacTOMEpOB MOXKET JaTh HA4Yalo LEJIOMY OpraHW3My, IPH IEpeHOCce
anep OnacToMepoB B SO pa3BUTHE LUIO A0 CTaauu OmactouucTs! juib B 10%
cilydaeB. Slnpa, B3sTble Ha CTaguM 4YeThIpex OJacTOMEepoB, BOOOIIE HE ObUIH

CIOCOOHBI TOJIZIEP>)KUBAThH Pa3BUTHE.

Takum oOpa3om, onvimvl no mpawcnianmayuu s0ep 6 SHYKIeUpOoBaHHvie Ayd
ceUOemenbCmaeylom O  MOM, U4MmoO — 2eHbl, Heobxooumvle Ol  KIemOYHOU
oughghepenyuayuu U pazsHOOOPA3HLIX MOPPOSEHEMUYECKUX NPOYECcos8, 8 X00e
cneyuanu3ayuyu - COMamuyeckux KiemoK, Kak npasuio, He Ympauusaomcs.
OTpunaTenbHBI  pe3yJbTaT TMpPH  HCIOJB30BAHUM  SIACP, TOJMYYEHHBIX  OT
mudepeHIMPOBaHHBIX JOHOPOB, OOYCIIOBJIEH, CKOpPEE BCET0, XPOMOCOMHBIMH
HApYUICHUSIMH, CBS3aHHBIMHU, B YACTHOCTH, C HECOOTBETCTBHEM MPONIM(epaTHBHOTO

cTaryca sijpa JOHOpa M LMTOIUIa3Mbl pelUINueHTa. Bo BCAKOM cilyyae, OMBITHI, B



KOTOPBIX HCIOJB30BAJIM 3aBEIOMO TOTUIIOTEHTHBIE Spa IEPBUYHBIX MOJIOBBIX
KJIIETOK WJIM CIIEPMATOIMTOB, IMMOKa3ajd, YTO ATH SApa HE CIIOCOOHBI 0OECTICUHTH
HOpMajbHOE pa3BUTHE. BecbMma BEpOSITHO, UTO BO3MOXKHOCTH SiApa MPOSIBUTH CBOIO
TOTUMIOTEHTHOCTh 3aBUCUT OT TOTO, MPOUCXOJUT JIM BO BPEMsI B3aUMOJCHCTBHUS C
UTOIUTa3MOM siiitia mostHoe ocBoOokaeHue JIHK moHopa oT pa3HooOpa3HbIX CBA3EH C
PETYISTOPHBIMU B CTPYKTYPHBIMU O€IKaMH, KOTOPHIE YCTaHABIMBAIOTCS B TPOIIECCEe
muddepeHIanuy 3apoabima. Eciu 3TO HE TPOUCXOAHT, TO 0co0asi CTPyKTypa
xpomatrHa U depeHIMPOBAaHHBIX KJIETOK MOXET 3aTPyJHUTh CHHXPOHHYIO
penpoayknuio perkonoB [JIHK B mepuon npobnenust (cMm. 1. 3), mpuUBECTH K
Henoperukanuu JJTHK 1 XpoMOCOMHBIM aHOMaJIMsIM, W, B KOHEYHOM CUETE, --- K

rubenn 3apoJblla.

KnonupoBaHue MIEKONUTAIOMIKX BIEpBble ObLTO ocymiecTBieHo B 1997 r., korna Su
Yuimyt (Ian Wilmut) momy9ut pa3BuTre OBIIBI ITOCIIE CPANTUBAHUS KYIbTHBUPYEMOM
in vitro KJIETKA MOJIOYHOM KeJie3bl B3POCION OBIIBI C SHYKIEUPOBAHHBIM OOIUTOM. O
CJIO’)KHOCTH TaKOT'O poJia SKCIIEPHUMEHTA CBHJIETEIBCTBYET TOT (PAKT, YTO YCHEIIHBIM
ObLT JuIb oauH U3 6osee 400 mepBoHAYaIBHBIX KIIOHOB.

TOTUIIOTEHTHOCTH siAep pacTeHuii. B oTiauumne ot KUBOTHBIX, T/I€ KIOHHUPOBAHUE C
WCIIOJIb30BAHUEM  COMATHYECKUX  SiA€p  BO3MOXKHO  TOJBKO  HAa  OCHOBE
CIELUATU3UPOBAHHON SMIIEBON KIIETKH, Y PACTCHUN MCTOYHUKOM HOBOI'O OpPraHM3Ma
MOXKET CIIY’)KUTb comMaTu4eckas KJIETKA. TOTUIIOTEHTHOCTH anep
nuddepeHIIMPOBAHHBIX KJIETOK pacTeHMil Obla JOKa3aHa B SPKUX DKCIEPHUMEHTaX
®penepuka Ctioopaa (F.Steward, 1958). Oka3zanoch, uTo KJI€TKH (HJI09MBI MOPKOBH,
T. €. KJIETKH CHelHMaTU3UPOBAHHON TKaHU, MPOBOAAILICH MPOAYKTHI (OTOCHHTE3A,
nocjae JUIMTENbHOTO KYyJBTUBHUPOBAHHUA B CIIELUAIBHOW Cpefe, CHOCOOCTBYIOLICH
KJIETOYHOW mponudepanu, oO0pa3yloT TaK Ha3bIBaeMbIil KallyC --- Maccy
HeaupdepeHIIUPOBaHHBIX  KIETOK.  M3omupoBaHHBIE — KJIETKM  Kaliayca B
CYCIICH3UOHHOW KyJIbType (POpPMHUPOBAIM KOPHEMOJOOHBIE Y3€IKH, KOTOPHIE IpH
KyJbTUBHUPOBAHHM HAa IUIOTHOM arapoBOM CpeAe JaBaid HAdajlo HOBOMY
MOJIHOIICHHOMY pacTeHuto. [lo3iHee aHalorHYHbIe pe3yJbTaThl ObUIM MOMTY4YeHBI Ha
tTabake W Apyrux pacreHusx. [ImoHepckue ombiTel CTIOOpAA OTKPBUIA AOPOTY IS

HIMPOKOTO KIOHUPOBAHUS PACTEHUHN U3 KJIETOK COMaTUYECKHUX TKaHEH.



Baorrunr IHK. MonekynsipHas OMOJIOTHS MPEIOCTaBIsIeT BO3MOXKHOCTh aHAlN3a
po0JIeMbl TOTUIIOTEHTHOCTH F€HOMAa IyTeM IpsiMoro u3ydeHus crpykrypsl JJHK.
st Toro 4roObl yoenuTbes B Hajmuumu TOoro win wHoro reHa B JIHK, HyxHO ¢
MOMOIIIBI0  OOpaTHBIX TPAHCKPUIITa3 HAa OCHOBE COOTBETCTBYIOUICH 3TOMY TEHY
unpopmannonHo PHK nmonyunts xommnementapuyto JJHK (xIHK). Ilometus sty
kJIHK, MoxxHO npoBecTu nouck uHTepecyromen Hac nocnenoarenbHoctu JHK. s
storo cymmapayto JHK HeoOxoaumo pacuienute ¢ TMOMOIIBIO PECTPUKTA3 Ha
dbparMeHTBl, pa3orHaTh ATH  (GparMeHThl C  TOMOIIBI0  3JeKTpodopesa,
nenarypupoBaTh JIHK u mepenectu ee myTem OJIOTTHMHra Ha HHUTPOLEIUTIONIO3HBIH
GWIbTp, Ha KOTOPOM YK€ MOYKHO IPOBECTH MOJEKYJSPHYIO THOPHIU3AIHNIO C
meueHoid kJIHK. DOToT MeTom wuMeeT MOCTaTOYHO BBICOKYIO pa3peliarollyro
CIOCOOHOCTH, XOTSI HEOONbIINE ACTCIMN U TOYSUHbIE MyTallud HHTEPECYIOIIEro Hac
reHa M MOTYT OCTaThCS HE3aMEYCHHBIMH. TakuMm oOpa3oM, ObLIO TOKa3aHo,
HampuMep, 4YTO TeH OBaJdbOyMHHA, KOTOPBIi MHTEHCUBHO SKCIPECCHUPYETCS B
ANUTENNAIBHBIX KJIETKaX SHIEBOJAa KypHULbl, UYMEETCS Y 3TOT0 KMBOTHOTO B sIIEpHOMU
JJHK w© ospuTpouuToB, W CIEPMATO30MIOB, TJ€ OTOT Te€H HE OOHApY>KHUBAET
AKTUBHOCTH. AHAJOTHYHBIN pe3yabTaT ObLI MONYYeH U B OTHOIICHUHU T'eHa puOpounHa
y wmenkonpsana Bombix mori. ConocraBnenne JHK w3 pasHbeix 30H
IeTKOO0pa3yIomel JKene3bl Tokaszano, 4ro mnocienoBarenbHocTh JHK ¢ reHom
¢ubponHa uMeeTcss B KIETKaX BCEX 30H, TOTAAa KaK SKCIPECCHUS 3TOro TIeHa

IIPOUCXOIUT TOJBKO B KJIETKaX NEpeAHEN 00JIaCTH KENE3bl.

Takum 006pa3om, pasHOOOpa3HbIE KOCBEHHBIC CBHJICTEILCTBA, & B TOCJICIHUE TOJIBI U
HEMOCPEJICTBCHHBIE HCCIIEIOBaHUS OOHApYKMBAIOT, KaK MPABHIIO, CMAOUTLHOCD
2eHOMA 6 OHMO2eHe3e JICUBOMHBIX, €20 HeUSMEHHOCMb NPU Pa3iuiHo2o pood

ougppepenyuposrax.

15.2. Teopus nu¢depeHINANBHOI AKTHBHOCTH I'€HOB

Ananu3 pa3sHOOOpa3HbIX MOP(POreHETUYECKUX MPOLECCOB, UCCIEI0BAaHUE IPOLIECCOB
OMOXMMHUYECKOH, CTPYKTYpHOH W (YHKUMOHAJIbHON CHEelMaIu3allud TKaHed W
OpraHOB NO3BOJISIET YTBEPKAATh, YTO B OCHOBE PA3BUTHs MHIUBUAYYMA, T.€. B OCHOBE
CKOOPAMHHMPOBAHHBIX B IPOCTPAHCTBE M BPEMEHU IPOLECCOB  KIETOYHOM

penpoayknuu, MophoreHesa MW KICTOYHOW AUQQPEpEeHIINAUU JICKHUT IKCIPECCHS
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redoB. Teopus nuddepeHnanbHON aKTHBHOCTH T€HOB UCXOANT U3 MPEATIOI0KEHHUS,
YTO JAENEHUS KJIETOK OOBIYHO PaBHOHACIEACTBEHHBI, a HEIKCIIPECCUPYEMbIE T'EHBI
coxpansoTcs. JuddepennnansHas akTHBHOCTh TEHOB JOCTUTAETCS Pa3HOOOPa3HBIMU
crocobaMy aKTUBAllUM W PENPEcCMH TEeHOB, Kak NpsIMbIMU (C TOMOIIBIO
TPAHCKPHUIIIIMOHHBIX (HaKTOPOB), TaK W OIOCPEIOBAHHBIMU (32 CUET H3MCHEHHS
crpyktypsl JJHII u yknaaku xpomaTuHa, a Takxke Momudukanuu cTpyktyps JHK
myTeM METWJINPOBAHHUSA). [Ipoueccer sMOpuoreHesa OCHOBaHBI Ha
nuddepeHInaabHOl aKTUBHOCTH TE€HOB, HO HE HCUEPNBIBAIOTCS TE€HETHUYECKUM
ypoBHEeM KOHTpouist. OOpasyromuecs CTPYKTYphl BBICTYMAIOT KaK (PU3NYECKUE H
XUMHUYECKHE Tejla C MPUCYIIMMU HM OCOOCHHOCTSIMU B3aUMOJIEHCTBUS (CHUIIBI
HATSOKCHMSI, CHJIBI  JIaBIIGHUS, DIEKTpUYeckre Ccuiabl u 1mp.). Hekoropsie
CUHTE3UPOBAaHHBIE TIOJ KOHTPOJEM TIeHoMa Oenku Omaronapsi T'€HETUYECKU
JNETEPMUHUPOBAHHON TIEPBUYHON M BTOPUYHOMN CTPYKType, 00JIadar0T CIIOCOOHOCTHIO
K caMocOOpKe, U, 4acTO, WX KOHKpEeTHas Cyab0a ompenensercs (pakTopamu Cpefbl.
Tak, mepexonm TrIOOYIApHOrO akTHHA B (QUOPWILIApHYIO (GOpPMYy 3aBHCHT OT
KOHIIEHTPAllMd HMOHOB BOAOPOJA M HEMOCPEICTBEHHO HE 3aBUCUT OT aKTUBHOCTH
reHoMa. VMIMerTcsi MHOrOypOBHEBBIE CUCTEMBI B3aMMOJEHCTBUS I€HOB, CO3JAlOLINE

MIPEATIOCHUTKH TSI CAMOOPTaHHU3AIUH.

OcHoBbl Teopun audPepeHInaTbHON aKTUBHOCTH T€HOB ObUTH CHOPMYTUPOBAHBI
BBIIAIOIIUMCSL dMOpHoJoroM U reHeTnkoMm Tomacom Mopranom B Havane 1930-x
ronoB. T. Mopran (1866-1945) momaran, 4To B X0/1€ SMOPHOHAIBLHOTO PAa3BUTUS B
3ayaTKax 3apojplllla AKTUBHPYIOTCS pa3Hble TpyMnbl TeHoB. [lepBoHauanbHas
aKTUBAIlMs OSTUX CHENU(PUUIECKHNX HA0OpOB TeHOB, MO Moprany, oOyCIIOBICHA
LUTOIJIa3MaTHYECKUMH (PakTOpamu, KOTOpble HEPABHOMEPHO pacIipe/ieieHbl B siiiie.
BzaumopeiicTBue TreHOMOB pa3HBIX OJacTOMEpPOB €  IUTOIUIA3MaTHUYECKHUMHU
(dakTopaMu pa3HOW TPUPOJBI JIGKUT B OCHOBE AKTHUBAIMK CTPOTO OMPEICIICHHBIX
TCHOB --- Pa3HBIX B Pa3IMYHBIX 00JacTsIX AIMOpHUoHA. PaboTa reHoB, B CBOIO OUepe/b,
BUJIOM3MEHSET IUTOIUIA3My, YTO BEAET K BKJIIOYCHHIO HOBOrO Habopa TEHOB, U
(OpPMUPOBAHHIO HOBBIX CBOMCTB IUTOIUIA3MBI. Takoi KackaJ BKIFOYCHHUH BCE HOBBIX
U HOBBIX Oarapeil T€HOB BeleT, B KOHEYHOM cueTe, K (OPMUPOBAHHUIO CIIOKHO

Qg epeHIPOBaHHOTO OPraHU3Ma.
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Konuernmuss T. Moprana He cpa3zy Obula NMpHHSATA COBPEMEHHUKAMHU, MHOTHE W3
KOTOPBIX OTBEPrajl XPOMOCOMHYIO TEOPHIO HACJIECICTBEHHOCTH KaK OCHOBY TEOPHH
pa3BuTHs. KpuTndyeckoe OTHONICHHUE K HJlee 00 yU4aCTHH TeHETHUECKUX MEXaHU3MOB B
mporeccax dMOpHOHANBHON AuddepeHInanui OblI0 00YCIOBICHO, TPEXKIE BCETO,
TEM, YTO B T€ JAJIEKWE BPEMEHA OCTaBaIACh 3araJKoi cama MpUpojaa TeHOB, TaK YTO
pacCy:xa€H1ud O MCXaHU3MaX BSaHMOI[efICTBHH MCXKAY Tr¢HaMH, O COIMMOAYMHCHUUN H
KOOpAUWHAllMKM HMX AKTUBHOCTH MHOI'MM IMPEACTABIIAINCH JAJICKUMHU OT PCAIbHBIX
3amau Haykd. He3HaHue mpupoIbl CBsI3€il MEXIy TC€HOM W KOHTPOJIMPYEMBIM HM
NPU3HAKOM 3aTPYAHSAJIO, €CIIM HE JeJal0o HEBO3MOXKHBIM pELICHHE IPOOJIeMBbI
B3aMMHOW CBS3M TPU3HAKOB, HE TMO3BOJISUIO CKOJIBKO-HHOYIh yOeAMTENbHO
OOBSICHUTh SIBICHHE 3aBUCUMOM JIETCPMHHALIMU W 3aBUCHMOTO Pa3BUTHs dYacTei

Opranm3Ma, KOTOpoe HaOII0AaIOCh B SKCIIEPUMEHTAX IO SMOPHUOHATBHON HH Ty KIIUH. .

Konuenmus nuddepeHnuanbHOi aKTUBHOCTH T€HOB MEPBOHAYAIBHO MOCTYJIMPOBAIA
CYILIECTBOBaHHE MPSMOJIMHEHHON 11eTH "TUToIIa3MaTHIeckuii gakrtop sina" — "rex
A" — '"murommazmarmueckuir dakrop A" — '"rem B" — "muromnmazMatudeckuit
daktop B" — ...... — "mpusHak". Takoe nonyieHrne HEMHUHYEMO BEJIO K CTPOTOMY
JNETEPMUHU3MY, K BO3POXKICHHIO mMpedopMu3Ma, KOTOPHII HE COOTBETCTBOBA
JAaHHBIM DKCHEPUMEHTAIbHOW AMOpPHOJIOTHUH, YTBEPKAABILIEH AMUTE€HETUUYECKUM
NPUHLMI pa3BuTHA. [lomymieHne npsMOIMHEHHOro Kackaga HE OCTaBIIsJIO MecTa
IpoLeccaM CaMOOpPraHU3aluy LEIOCTHOW CHUCTEMBI Pa3BHBAIOIIETOCS 3apoibllia.
[TonbITKM XOTS ObI TEOPETUYECKH OCMBICIUTH B3aUMOJEHCTBUE T€HOB B IpoOLEccax
AMOpPUOHANILHOTO Pa3BUTHUA, Kak 00s3aTenbHbIi (pakTop pazsutus (P. lonpammunr),
HOCWJIM YMO3DUTEJbHBI XapakTep U HE MOIVIM CO3JaThb HAJEKHYI0 OCHOBY JUIf

AKCTIEPUMEHTAJILHON Pa3pabOTKH MPOOIeMBI.

['maBHOI NMPUYMHON CKENTUYECKOTO OTHOIIEHUS BEAYIIUX 3MOPHOIOrOB TPUALATHIX
rogoB XX crosetusi K KOHUeNUMH auddepeHnnanbHoi aKTUBHOCTH TEHOB, Kak
TEOPHUH Pa3BUTHS, ObLTH, KOHEYHO, BO MHOTOM HaWBHBIC MTPEICTABICHHUS O CTPYKTYpe
U QYHKIHSIX TEHOB, O PEaIbHOM POJIM T€HOMA B KHU3HU KJIETKH, O MYyTAX pealn3aluu

IeHEeTHYECKON NH(pOpMAIINH, JIOKATN30BAaHHOH B XpPOMOCOMAX.

Unen T. Moprana o nguddepeHInaasbHOol aKTUBHOCTH TE€HOB KaK OCHOBE

3M6pI/IOHaJ'ILHOFO Pa3BUTHA NOJYUYUIIN CBOC HOBOC POXKIACHUC JIMIIb B CCPEANHC XX
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CTOJIETHS, KOTJa CTaja SICHOW NPUpPOJa TEHETHYECKHX (PaKTOPOB M HMX HCTUHHOE
Ha3HAYCHHE B OHWOJIOTMHM KJICTKW. Pa3BUTHE MOJEKYJISIPHOM OHOJIOTMH W TEHHOU
MH)XEHEpUHU CcO37aiu oOlLIre NPEeANOoChUIKH Ul IUIOJOTBOPHOIO aHalu3a pPaHHETro
smOpuorenesa. MccnemoBanust B 3T0 00JaCTH Jalii HAa4auo HOBOM OTPAciIH HAyKH --
- TeHeTHKe pa3BuTUA. V3ydyeHue (pyHKIMI IeHeTHMYecKoro ammapara B Ipoleccax
nponudpepanny, auddepeHIMAU U MOp(oOreHesza, COCTABIAIOMIUX  OCHOBY
WHAUBUAYAIbHOIO pa3BUTHSA, OOHApPYXWJIO CIIOKHBIE pPa3BETBICHHBIE CHCTEMBI
B3aUMOJICHCTBYIOIIMX T€HOB, M II0KAa3aJl0 OrPAaHUYEHHOCTh MEPBOHAYAIBHO

MOCTYJIMPOBABHICTOCA KaCKaJAHOT'O ITPUHIIUIIA.

Henb3s He 3aMeTuTh, YTO MPEACTABIECHUE O CJIOXKHBIX CHCTEMaxX B3aUMOAECHCTBUS
MEXJy TI'€HaMH BO3HHMKJIO B T€HETHKE YK€ JaBHO, KOI/la CTalM HM3BECTHbHI (DaKThI
HEOJIHO3HAYHOI'O MpOsIBIEHUs reHotuna. Oka3aioch, YTO MPOSIBICHHUE NpPU3HAKA Y
TCHETHYECKH OJHOPOJIHBIX 0coOel MoxkeT BappupoBath. B 1925 r. H. B. Tumodees-
PecoBckuil BBEN B HayKy MNOHATUS neHempanmHocmu W skcnpeccusnocmu. 1lon
NCHETPAHTHOCTBIO  MMOHMMAETCS OTHOCUTENbHast J0Jii 0co0ei, y KOTOpBIX
IIPOSIBIIAETCS JAHHBIM NpHU3HaK. Hanuuue reHa, KOHTPOIMPYIOLIETO NaHHBIM PU3HAK,
HE sBisAeTCS  aOCONIOTHOM  rapaHTMed  SKCHpPECCHMHM  JAaHHOTO  IPHU3HAKA.
DKCIPECCUBHOCTb IIOHUMAETCSI KaK CTENEHb MPOSBIICHUS BAPBUPYIOLIErO MpPU3HAKA.
ITpu3Hak MoXkeT ObITh BBIPAXKEH CUJIBHO WM c€1abo. ['eHeTMke M3BECTHO M TaKoe
MOHATHE KaK HOpPMa pEeakluH, T.e. CIOCOOHOCTh TE€HOTHNA Pa3IHUYHBIM 00pa3zoM

MPOSIBIIITHCSA B 3aBUCUMOCTH OT YCJIOBUM CPEJIBI.

[lepBoHayanbHas cxeMa B3aUMOJACWCTBHUS TE€HOB YCJIOXKHWIACh, KOTJa ObLIO
YCTaHOBJICHO, YTO HEKOTOPbIE TE€HBI OJHOBPEMEHHO YIIPABISIIOT COBOKYITHOCTBHIO
HECKOJIBKUX  TEHOB,  OONAJaloUIMX  OJWHAKOBHIMH  CAliTaMH  CBS3BIBAHHS
TPAHCKPUIILIUOHHBIX (PAKTOpPOB. ['€HbI, KOHTPOIHPYIONINE AKTUBHOCTh HECKOJIBKUX
HUdICenexcaujux 2eHo6, Ha3blBalll 21ageHcmeyiowumu (master genes aHIIIOSA3BIYHBIX
aBTOPOB), a KOHTPOJMPYEMbIE HMH TEHBl --- a¢ghekmopuvimu. Taxoe
B3aMMOJICHCTBIE MEXIYy TI'€HaMH, KaK Mojaraid, 00ecledrMBacT OIHOBPEMEHHYIO
aKTHBAILIMIO COBOKYITHOCTH I'€HOB M, COOTBETCTBEHHO, LIEJION NpOSpAMMbL paA38umusl,
KOTOpasi peanusyercs Ojarogapsi CKOOPIMHUPOBAHHOM BO BPEMEHH HKCIIPECCUU
paznuuHbIX ~ TeHOB.  OJIHOBPEMEHHOE  BKJIIOUYEHHE  COBOKYMHOCTH  TEHOB,

o0ecCTeYnBaOIINX EANHYI0 TPOTPaMMy pa3BUTHs, HAOIIOAANM, B YaCTHOCTH, IPH
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mutoauddepeHunanuy, B XoAe KOTOPOil NMPOUCXOAUT (OPMHUPOBAHUHU Pa3TMUHBIX
KIIETOYHBIX THUNOB. Hampumep, MHOTeHe3 CBs3aH C DKCIPECCHUEW HECKOIBKUX
CCNIEKTOPHBIX TEHOB, B TOoM umcie MyoDI (myoblast-determining gene 1).
TpanckpunimonHsiii ¢paktop MyoD1 BkiIrO4aeT skcmnpeccuto Ipyrux 3PpQeKTopHbIX
reHoB. Bmecte ¢ TemM B perynaropHoil oOmactu reHa MyoDI wumeeTcs cait
cBs3bIBaHus Oenka MyoD1, uto obecrieunBaeT HENPEPBIBHBIM CUHTE3 (AaBTOKATAIN3)
TOr0  TPAHCKPUIIMOHHOIO  (hakTopa, KOTOpPBIH MpU  3TOM  CTAaHOBUTCA
KOHCTUTYTUBHBIM. AHQJIOTMYHAs KapTHHA HaONoJaeTcs M INpU  HelpanbHOM

mddepeHnmaIum, re 3KCIpeccupyercsi odecneunBaronmii HeiiporeHes reH NeuroD.

[IpencraBienne O CENEKTOPHBIX TOCMOJCTBYIOIIUX TIE€HAX, MO-BUIUMOMY, TOXKE
yxoauT B mpouwioe. Ckopee, MMeeTCs CIOXKHAs CHCTEMa pPa3BETBICHHBIX CETEH
B3aWMHBIX BJIMSHHI, CHUCTEMA JIWHAMUYECKOW HACTPOMKH OHKCIPECCUU TIE€HOB U
MOCTENIEHHOTO YTOYHEHUSI nammepHa dKcnpeccuu. BBISICHIETCS, YTO OJWH U TOT XKe
TeH B pa3HbIe MEPHOABl Pa3BUTHS U B PA3HBIX OOJIACTSAX Tela 3apOJbIINIa MOXKET
IKCIIPECCUPOBATHCSI MO KOHTPOJIEM Pa3IUYHBIX TPAHCKPHUIIIIMOHHBIX (DAaKTOPOB.
CraHOBHTCS OYEBUAHBIM, UTO, 110 KpailHEN Mepe, B HEKOTOPBIX ClIydasiX, SKCIPECcCus
"r1aBeHCTBYIOMUX" TE€HOB MOJNAJACT IMOJ KOHTPOJIb F€HOB, aKTUBHOCTH KOTOPBIX

OblJIa MHUITMUPOBAHA.

OOHapyXeHHBIC TTO3UTUBHBIC U HETaTHBHBIC PETyJIATOPHBIC B3aUMOJCHCTBUS MEXIY
reHaMH CO3/[al0T IIUPOKUME BO3MOXKHOCTH [UIS TPOIIECCOB CaMOOPIraHU3aLUH.
OnpeneneHHblii pUCYHOK, WM MAaTTepH SKCIPECCMHM TE€HOB B IPOCTPAHCTBE
yCcTaHaBIHMBaeTcsd He cpasy. llocie MHMIMAIUHM SKCIPECCHU TEHOB MPOUCXOIUT
MOCTETNICHHOE YTOUYHEHHE O0JIACTH MX aKTUBHOCTH, CBOETO pOJia HACTPOIKa, B X0
KOTOPOW YCTaHABJIMBAIOTCS OKOHYATEIbHBIC T'PAHUIBI aKTHBHOCTH CHCTEMBI I'€HOB,
OTBETCTBEHHBIX 3a OCYIIECTBICHHE TOTO WJIM WHOTO DIEMEHTa pa3BHUTHS.
CriocoOHOCTh K CaMOOpraHM3allMd CHUCTEM JCHCTBUSL TE€HOB IPEACTaBISAETCS
CYIIECTBEHHOH YEpPTOM TeHETHYECKHX MEXaHW3MOB YIPABJICHHUS pa3BUTHEM,
MO3BOJISIONIEH MPEOJOIeTh NMPOTUBOPEUHE MEXIY NpedOpMU3MOM T'€HETHUECKUX

CHUCTCM U SIMUTCHCTUYCCKUM XapaKTCPOM MHAWBUAYAJIBHOI'O pa3BUTHUS.

AKTUBHOCTh T€HOB B SMOpPHOHAJIBHOM pa3BUTHUH CBS3aHAa C pELIEHHEM JABYX

OCHOBHBIX 3aJa4. O,Z[Ha U3 HUX CBs3aHaA C (I)OpMI/IpOBaHI/ICM IMPUHIOUIINAJIBHOTO TlJIaHa
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CTPOEHUS OPTaHU3Ma, C hopmuposanuem nammepHa KUBOTHOTO (pattern formation).
ITon ¢opmupoBaHueM narTepHa Mbl MOHMMAEM pPETHOHAIBHYIO CHEIM(UKALNIO
3apoiblllia, B XOJ€ KOTOPOHl MPOMCXOIMT IMperoNpesieleHue MOJ0XKEeHHUs OyIyIux

OpraHoB.

DKcrnpeccus TEHOB B 3TOM Cllydae CO3JacT B TPEXMEPHOM IPOCTPAHCTBE 3apO/bllia
MO3UIIMOHHYIO0 HH(OpPMalMIO, MPeIonpeaeNsieT MOJI0KEeHHEe OcCeil Tena 3apojbliia,
JETEPMUHUPYS €r0 MEePeTHIO U 3aJHIOI, BEHTPAIBHYIO U JIOPCATIbHYIO, JIEBYIO H
IpaBylo 00JaCTH, HE3aBUCUMO OT TOTO, IPOU3BOJAHBIE KAKUX 3aPOJIbIILIEBHIX JIUCTKOB
pacmojaraioTcs B 3TUX 30HaxX. B xozne ¢opmupoBaHus marrepHa W3 €AMHOTO TOJS,
MIPEJCTaBJICHHOTO OIUIOAOTBOPEHHBIM SHIIOM, HPOMCXOJUT OOpa30BaHME MHOTHUX

Mopgozenemuyeckux noetl, JAIOMUX HAYAI0 pa3HOOOpPa3HBIM OpTraHaM.

Bropas 3amava cBsizaHa co cneyughuxayuetl 3a4aTKOB U KJIETOK, ¢ (OPMHPOBAHUEM
MHOTOOOpa3usi  TUMOB  KIETOK, TKaHEd W  3a4aTkoB, C  IpOIleCCaMH
yumoouppepenyuayuu. KoopauHanus QGOpMHUPOBAHUS TMATTEPHA U IMPOIECCOB
KJIETOYHOM CHEeIU(PHUKAIMU CO3[JaeT MPEANOCBUIKH  opmoobpazosanus, WA
mopghoceneza. T'eHeTHUECKHE CHUCTEMbI, OOECIEUMBAIONIME 3Ty KOOPAUHAIHUIO,
HCCTIE0BaHbI B HACTOSIIIIEE BPEMS HEAOCTATOYHO IITyOOKO, YTO OOBSICHACTCS, MPEKIE

BCCro, X CJIO0XHOCTBIO.

15.3. MexaHu3Mbl pery/siiii aKTHBHOCTH I'€HOB

Perynsinust skcripeccu TEHOB B YMOPHOTEHE3€ JKUBOTHBIX MMEET MHOTOYPOBHEBBIH
xapakTep. MOXHO paziauyaTh #psAmMyr0 U onocpeoosannylo (HenpsMYI0) peryJssiuio
skcrpeccu. [Ipsmas cuctema peryssuuu, 3aTparuBarolasi HEMOCPEACTBEHHO T'E€HBI,
COCTOUT U3 TPAHC-PETYISATOPHOTO U IUC-peryssitopHoro ammapatoB (Davidson,
2001). Tpanc-pecynamopnuiti annapam KIETKW TIOHMMaeTcs Kak HaOOp T€HOB,
KOTOpBIE KOIUPYIOT CHenu(UYecKre peryisaTopHble OeNKd, W, TPEeXIe BCero,
TPAHCKPHUILUOHHBIE (AKTOpBl. [Juc-pecynamopueiii annapam TpPEACTABICH LHUC-
PEryJIATOPHBIMHU 3JIEMEHTAMHU, WIH MOOYIAMU, KOTOPBIE PACIOI0KEHBI B MOJEKYJe
JIHK Ha onpeneneHHOM pacCTOSHUM OT KOJIUPYIOLIUX oOacTell F€HOB WM BHYTPU
Hux. Luc-perynaropHsle MOyJIn coziepkaT creunduiyeckue mocieaoBaTeIbHOCTH --

- CaWTBhI-MHILEHH, C KOTOPBIMU B3aUMOJIEHCTBYIOT TPAaHCKPHUIILMOHHBIE (DAKTOPHI.
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[Tox onocpenoBaHHOM perysinueld NOHUMAETCsl U3MEHEHUE AKTUBHOCTU FE€HOB Iy TEM

BUJIOM3MEHEHUS CTPYKTYpbl XxpomaTuHa win JJHK.

15.3.1. Tpanc-peryasTopHblii annapart. TpaHCKPUNIIHOHHBIE (PAKTOPDI.

Cpemu tpanckpuniuoHHbIX (aktopoB (Td) paznuuarot obwue, wim kopogvle (OT
aHIJI. core --- CepIIEBUHA, CYIIHOCTh) U cneyuguueckue. [lepBbie B3aMMOACHCTBYIOT
C MPOMOTOpHOU obyacTeio reHa u obecmeunBaroT nocaaky PHK-mommmepas. Onu
HEOOXOTUMBI ISl OCYIIECTBICHUS TPAaHCKPUIIUH JIIOObIX reHoB. Crenududeckue,
i ctadmmupyomue Td, B3auMoaencTBYIOT ¢ sHxarncepamu (0T aHri. enhance ---
ycunuBarh) reHa. OHU TpelHa3HAuYeHbl A aKTHBAIMM WJIH PEINpPEecCMd TEHOB

OIMPCACIICHHOI'O THUIIA.

KopoBble TpaHckpunuuoHHble ¢(aKTOpbl --- CIEUUaJIbHBIE OEJIKH, KOTOpbIE
BBITNIOJHSAIOT cienyromue (GyHKUMU. Bo-mnepBbiX, OHM OOHApYKUBAIOT HA MOJIEKYJIe
JHK rtak nHazpiBaembiii TATA Gokc --- 0cO0yI0 MOCIEN0BaTEIbHOCTh HYKJICOTHIIOB,
pacrnojoKeHHylo OJM3 TOYKM WHUIMAIMK TPAHCKPUIILIMU, U CBS3BIBAIOTCA C HUM
(puc.15-5). Bo-BTOphIX, OHH 00pa3ylOT KOMIUJIEKC, C KOTOPHIM B3aUMOJICHCTBYET
PHK-nmonmumepasza 11. Hakonern, oguH u3 OelIKOB 3TOro KomIuiekca (hochopuimupyer
KapOOKcUTEepMUHAILHBIN KoHel MoJiekysibl PHK-mommepassr I, 9to mpuBoauT 3TOT

(l)epMeHT B aKTUBHOC COCTOSAHUC.

Cnennduueckne TpaHCKPUNIHOHHBIE (akTopbl. TpaHCKpUMIIMOHHBIE (DAKTOPHI
3TOrO KJacca SIBISIOTCA BHEIIHUMHU JUISl PETYJIUPYEMOTO T'€Ha M MO3TOMY HHOTAA
HA3BIBAIOTCS MPAHC-pe2YIAMOPHbIMU hakmopamu. ITO --- 0coOble OENKU, KOTOpbIe
KOHTPOJIMPYIOT CTa0MJIBHOCTh B3aUMOJEUCTBUS KOPOBBIX Td ¢ ompeneneHHbIMH

yuyactkamu moJiekyisl JJHK.

TpanckpunironHble (HaKTOPBl HMEIOT TPH CIICIUAIN3UPOBAHHBIX JOMEHA (OT aHII.
domain --- 001acTh), BHIMOTHSIONIMX pa3Hble QYHKIUHU. [ TaBHONM (YHKIIMOHATHHOU
007acThI0  TPAHCKPHIIMOHHOTO  (pakTOopa,  OOECICUMBAIONMICH  aKTHUBAIUIO
TPAHCKPHIIIIMOHHOTO armapara, SBISIETCS mpaHcakmusupylowuil oomen. Vimeercs
TakkKe OomeH Mmooynayuu, o0IacTh, KOTOpas oOecredYrBaeT B3aUMOJICHCTBUE C

ApyTUMH OenKkamMu, O6Jaroiapst KOTOpOMY aKTHBHOCTh TPAHCKPHUIIIIMOHHOTO ariapara
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MOXeET OBbITh MoAM(pULpOBaHa. BaxHyI0 posib UTpaeT domeH céa3vieanus, 00JIacThb,
oOecrieunBaromias pacrno3HaBanne u crnenuduueckoe cBs3piBanne 1O c JIHK.
W3BecTHBI HECKONBKO CTPYKTYPHBIX THIOB (MOTHMBOB) TOMEHOB CBSI3bIBAHUS, B
COOTBETCTBUM C  KOTOPBIMH  pa3jiMyalOT HECKOJbKO  KpPYIHBIX  CEMEHCTB
TPaHCKPUMLIUOHHBIX (hakTOpoB. CylllecTBOBaHUE TAaKUX T'PYII CBUAETEIbCTBYET, UTO
B XOJI€ JBOJIONUHU ObUIM HAWJECHBI U OTOOpPaHBI HECKOJHKO THUIIOB IOJHIICTITUIIOB,
CIIOCOOHBIX CBSI3BIBaThCS ¢ ABoWHON crnupanbio JIHK. Jlns Takux mosmmenTumaoB
XapakTepHO HaJIM4Yue TIOCJEI0BaTeIbHOCTH, KOTopas oOpasyeT o-CHupaib,
criocobHyo0 pasmemarbcs B Oonbmioit  6opo3ake JIHK. bnaromaps Ttakomy
CTPYKTYPHO yCTOHYMBOMY OCTOBY, TPAHCKPHUIIIIUOHHEIN ()aKTOp UMEET BO3MOXKHOCTh
B3aMMOJICIICTBOBATh €O CHEHU(UIECKON MOCIeA0BATEIbHOCTHIO HYKICOTUIAHBIX
ocHoBaHuil. Hambonee dacThiMM SBISIFOTCS CIEIYIOIIME MOTHUBBI: LHUHK-(pUHTED,
6a3zoBenii gomeH "nerns-cnimpanb-niemyisi” (bHLH, basic Helix-Loop-Helix), momen
"metns moBopot-nietasn” (HTH, Helix-Turn-Helix), nelinmnoBas 3acTexka, JOMEH

HMG (puc. 15-6).

IInHK-(pUHrepHBIH MOTHB IIPEICTaBICH JBYMsS Pa3HOBUIHOCTAMHU "IINMWIEK", WIH
"maneueB". B ogHOM cilyyae aToM IMHKA CBSI3aH C YETBIPbMS ITUCTEHHOBBIMHU
OCTaTKaMH; B JPYrOM --- C JByMS LUCTEHHOBBIMH U JBYyMS TMCTUIAWHOBBIMHU
ocrtaTkamMHu. YTO KacaeTcs aMHMHOKHCIOTHBIX OCTAaTKOB, B3aUMOJCHCTBYIOIIUX C
HyKJIeoTUIHbIME 1tocienoBatenbHocTs MU JIHK, To oHM ominmyarorcs OonbLIMM

pa3HooOpa3ueM y pa3HbIX LIUHK-(UHIEPHBIX TPAHCKPUILIMOHHBIX (DaKTOPOB.

MotuB '"cnupajb-neTaA-CHUPAdb' XapakTepu3zyercs JBYMs IOCIEI0BATEIbHO
PAacIIONIOKEHHBIMU O-CITUPATSIMUA, MEXKIY KOTOPBIMH O€lKOBas MOJEKysla o0pasyeT
nermo.  Ilepen 3TOM  KOHCTPYKIMEHW HEPEAKO  paClojaraercs OTPe30K C
BBICOKOOCHOBHBIMH ~ AMHUHOKHCJIOTHBIMM ~ OCTaTKaMu  (OCHOBHOM  JIOM€H)

MOJIOKHUTEIBHO 3apsKeHHAs 1eTlh KOTOpbIX oOnerdaeT koHTakT ¢ JIHK.

Benxu sToro tumna Bceraa o0pasyrot aqumepsl (puc. 15-7A). [lpu sToM cyObeAMHUIIBI
IUMEepa  MOTYT  KOAWPOBAaTbCS  pasHBIMM TE€HaMH, B  pe3yjbTaTe  dero
TPAHCKPHUIILIMOHHBIE (DAKTOpPBHI TNpenCTaBlIeHbl reTepoauMepaMu. biaronmaps stomy
PE3KO YBEIMUMBAETCS pa3HOOOpa3ue PeryIsSTOPHBIX (PaKTOPOB, KOTOPHIE MOTYT OBITH

O6pa3OBaHH OrpaHUYCHHBIM YHUCJIOM IIOJIMIICIITUIOB. TaK, €ClIn B KIICTKC
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sKcHpeccupyercss maTh pa3Hbix HLH-reHoB, OelKu KOTOPBIX JAIOT TeTepOAUMEDHI,
TO, TCOPETUYECKH, HA OCHOBE 3THUX I'€HOB MOJYKET BO3HHKHYTH 32 pPa3sHOBUAHOCTH

TPAHCKPHUILIMOHHBIX (PaKTOPOB.

I'enbl, xoHTponmupyromue obpazoBanue HLH-comepxkamux Td, urparotr poinb B
maddepeHnrai MHOTUX THNOB TKaHed. Hampumep, rtensr MyoD ciyxar
KIIIOUEBBIMM N'€HAMM, OTBETCTBEHHBIMH 3a pa3BUTHE CKENETHOM Myckynarypy. HLH-
comepxkamye TXd npuHUMAIOT yd4acTHE TAaKXKe B PEryjsillMM  KJIETOYHOTO
pa3sMHOXKEHHUs, YTO MperonpenesiseT UX poib B (OPMHUPOBAHUHM DPA3HOIO poja

paxoBbIX omnyxoueit (reusl Myc, SCL, LYL-1, E2A).

MotuB 'cnupaab-moBOpOT-cIMpab'  ---  CTPYKTypa, XapakTepHas JJid
TOMEOJJOMEHOB, OCOOBIX 00JacTeil TPAaHCKPUIIIMOHHBIX (PAKTOPOB, CHHTE3UPYEMBIX
0]l KOHTPOJIEM TOMEOOOKCCOAEpKaIMX TeHOB M O0ECHEeYMBAIOIINUX CBSA3bIBAaHHE
oenkoBoii wmonekynel ¢ JJHK (cm. 1. 18). Tomeomomen cocroutr w3 60
AMHHOKHUCIIOTHBIX OCTaTKOB, U XapaKTePU3yeTCs BEICOKAM COJICPKAHUEM apTrHHUHA U
nu3uHa. B cocraBe romeomomeHna umeercs Tpu o-cnupanu. IlepBas u BTOpas
pacroyiaratoTcsi aHTHIAPAJUIETIbHO, @ TPEThsl CIHMpaNlb UAET MPUMEPHO MOJ MPSIMbIM
YIJIOM K JIBYM TEpPBBIM, 00pa3ysi CHUpaib-OBOPOT-ciupalib (puc. 15-7b). TpeTws
"pacno3Haromas" crnupaib pacnojaraercs B rimybokoit 6oposake JIHK, torma kak
AMUHOKHCIIOTHBIE OCTaTKU N-T€pMHHAJIBLHOW 00JIaCTH TOMEOIOMEHA JIOKAIU3YIOTCS B

Majoi 00po3Ke.

MoTHB J1eHIINHOBOM 3aCTEKKH MIPEICTABIIEH O-ClIUpalsiMH, cocTosimumMHu u3 30 - 40

AMHWHOKHUCIIOTHBIX OCTAaTKOB C BBICOKHUM COACPKAHUCM HeﬁHHHa. OcTtaTku HeﬁHHHa

COCTaBJISIIOT KXIYI0 CEIbMYI0 aMUHOKHUCIOTY cripaiu. [lockonpky nBa obopora o-
CHUpPAIA COOTBETCTBYIOT CEMHU aMUHOKHCIOTHBIM OCTaTKaM, BCE JEHIMHBI CIUpAIN
pacmoyioKEHbl ¢ OJHOW CTOPOHBI. biaromaps B3aWMOJIEUCTBUIO JIEUIIMHOB OJIHOW
CIUpaJM C JIEHIMHAMU APYTOil, 00€e CrHpany MPOYHO CBS3BIBAIOTCS APYT C IPYTOM.
[TosTOMy TpaHCKPHUILMOHHBIE (AKTOPHl C JICWIUHOBBIMHU 3aCTEKKAaMH TaKXkKe
npencraBieHsl  guMepamu.  Cesasp ¢ JIHK  obecneumBaercs — ydacTKoM,
PACIIOJIOKEHHBIM  HEMOJANIEKY OT JehuuH-coaepxameil coupanud. [Ipumepom
TPAHCKPHUIILIMOHHOTO  (pakTopa C JICHIIMHOBOW 3aCTEKKOM MOXKET CIYKUTh

rerepoaumep AP1, cocrosmuii u3 cyobenunun C-FOS u C-JUN. Kak orMeuanoch

18



BbIIIE, ATU (PAKTOPHl WIPAIOT BAXKHYIO POJIb B KIETOYHOH mnponudepannu. [Ipu

MyTalu COOTBECTCTBYIOIIMX I'CHOB OHHU BBI3BIBAIOT 06p330BaHI/Ie OITYyXOJIH.

Motus HMG (high mobility group) BmepBeie ObUT OOHapy)KeH B OeiaKax
8b1COKON008UdNCHOU 2pynnbl. OH COCTOUT U3 TPEX 0-CIUpajel, KOTOpble MpUIArOT
MOJIEKyJle Clerka M30rHyThii BuI. Tpanckpunuuonusle HMG  daxTopsl
akmusupylom mpanckpunyuio nymem useuoanus /JHK, moueMy X Ha3bIBalOT HHOTAA
"apxutektypHbiMu akTopamu". Coxepxkamuii HMG-6okc 6Gemox SRY, wurpaer
KIIIOYEBYIO POJb B ONPENEICHUHM MYXKCKOTO Iojla y MIieKonuraroumux. Jpyroi
mmpoko pacrpoctpaHeHHbli HMG-6enok UBF akTuBupyeT TpaHCKpUIIMIO T'€HOB
pPHK. UBF o0pasyer aumep, kotopsiii HacuutbsiBaeT 10 HMG-rpyni. CB3bIBasich C
JHK, UBF ceubaem ee 6 sude nemau (puc. 15-8). [Ipu 3ToM mporCX0IUT CONMMKEHNE
perymsatopabix obmacteit JIHK, koTopele nuHeiHo pazaeneHsl 120 mnapamu
OCHOBaHHWH. JTO M3MeHeHne KoHpurypanuu monekyisl JIHK obecnieunBaer ee cBs3b

¢ PHK-nomumepasoii I u cunte3 pPHK.

DyHKIUOHAJIBbHbIC TUIIBI TPAHCKPHUIILUOHHBIX (aKTOPOB. MOXHO BBIIEIUTH TPH
(YHKIMOHANBHBIX ~ THUIA  TPAHC-PETYJSITOPHBIX  (DAKTOPOB:  uHOYyupyemovie,
KOHCmumymuenvle W KomniaekcHvle. CyIECTBOBaHUE UHOYYUPYEMblX TpPaHC-
PEryIsTOpoB OOHAPYKUBAETCS B OMBITAX ¢ TeHaMu OenkoB TersioBoro moka (BTIH),
KOTOpPBbIE aKTUBUPYIOTCS B YCIOBHAX rurneprepmudeckoro Bosuaencrsus. I'en BTIL
(70 Kna) dpo3odguibpl HHTPOIYIIUPOBAIA B KJIETKH MJICKOIMTAIOIINX, TPO30(PUIBI U
MOpcKoro exa. Okaszanoch, 4TO 3TOT TE€H OHKCIPECCUPYETCS B KIETKaxX JTHX
KUBOTHBIX MPHU pa3Ho# Temmeparype. Tak, y MIECKONMUTAIOMNX I'eH Oellka TemIOBOro
moka J[po3odusl sxkcnpeccupyercs npu Temneparype 45°, y Jpo3oduiasr npu 37°, a
y Mopckoro exa npu 25°. Tot dakr, 94To akTHBamms ogHoro u Toro ke rena BTIII
Jpo30¢puibl y pa3HbIX KUBOTHBIX MPOUCXOJUT MPH Pa3HbIX TeMIEpaTypax, MOXKET
ObITh OOBSCHEH TEeM, 4TO OKCIpPECCHs JaHHOro TeHa oOyCloBJIeHa He
HEIIOCPEICTBEHHO TEMIIepaTypou, a JNENUCTBUEM cnenuuIeckoro
TPAHCKPUIILIMOHHOTO (haKTOpa, KOTOPBIA y >KUBOTHBIX C Pa3HBIM TeMIIEpaTypPHBIM

ONTUMYMOM HHAYLUPYETCS IPU Pa3HbIX TEMIIEpaTypax.

Koncmumymuenvie, W TIOCTOSHHO JEHCTBYIOLIME, TPAHCKPUIIIMOHHBIE (aKTOPbI

XapaKkTepHBbI I KIETOK, JOCTUTIINX TePMHUHAIbHOHN nuddepenumanuu. Hanpumep,
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B MBIIIEYHON KJIETKe TPAHCKPUIIIMOHHBIA (akrop MyoD1 B pesynbraTe
aBTOKAaTaJIN3a, CHHTE3UPYETCS IOCTOSHHO, B pE3yJbTaTe YEro OH CTaHOBHUTCS
KOHCTUTYTUBHBIM. Ecinm HMHTpOLyLMpOBaTh Yy’>KEpOAHBIE TI'€Hbl KPHUCTAUIMHOB B
KJIETKA DJIUTENNs XpyCTaluka, OHU OyayT »skcmpeccupoBarbes. OIHAKO MpH
BBCJICHUU B KJICTKU JAPYTUX TKAHEW JTH TE€Hbl HE AKTUBHPYIOTCS. OTH Ppa3Iudus
OOBSICHSAIOTCS. T€M, YTO B KJETKAaX XpPYCTaJHKa BCErJa MMEIOTCS COOTBETCTBYIOIINE
TPAHCKPUIIIIMOHHBIE (PAKTOPHI, KOTOPBIE HE AKCHPECCHPYIOTCS B APYTUX THIIAX

KJICTOK.

Komnnexcnvie mpanc-gpakmopsl MIMPOKO pacCIpOCTpaHEeHbl B mpupoze. Yacto oHu
COCTOSIT M3 MHAYLUPYEMOIO M KOHCTUTYTHBHOIO 3IEMEHTOB. OHM XapaKTEpHBI,
HanpuMep, s KJIETOK, TPAaHCKPUIIIMOHHAS aKTUBHOCTb KOTOPBIX KOHTPOJIMPYETCS
CTEpOMIHBIMH TOPMOHAaMH. B 3TOM ciydae KOMIUIEKCHBIN (akTop oOpasyercs u3
CTEPOMIHOTO TOpPMOHa (MHAYLHMPYEMBIH JJIEMEHT) M LUTOIIa3MaTHYECKOIO
penenTopHoro 6enka (KOHCTUTYTHBHBIN AJIEMEHT). B OoT/iYMe OT COCTaBISAIOMNX €T0
KOMITOHEHTOB KOMIIJIEKC TOPMOH/PELENTOp B3aUMOJEHCTBYET C OMpEeeIeHHBIMU
nocnenoBarenpsHocTAMu JIHK, akTuBHpys 3KCHpECCHIO CTEPOUI-3aBUCUMBIX I'€HOB.
Ecnu B KJI€TKM MOJIOYHOM 3Kee3bl MBIIIHM, (QYHKIHMS KOTOPBIX HAXOAWUTCSA IO
KOHTPOJIEM JCTPOTeHa, BBECTM TI'e€H OBaJbOyMHHAa NTHIBI, TO B KIETKaX MBILIH
HAUYMHACTCS CHHTE3 OJTOTO UYXEPOAHOTO OeiKa, TOCKOJIBKY B HHUX HMeEETCA

COOTBETCTBYIOLIUI KOMIUIEKCHBIA TPAaHCKPUITIIUOHHBIN (aKTop.

JlpyruM TpUMEpPOM KOMIUIEKCHBIX T® MOryT CIyXHTb HEKOTOpbIe (DAaKTOPHI,
KOHTPOJHMPYIOIIKE KIETOUHYI0 mnpoiudepanuto. Tak, mpu IeHCTBHM MHUTOTEHOB,
BELIECTB, CTUMYJIMPYIOUIMX KIETOUYHYK PENPOAYKLIHIO, NPOMCXOAUT aKTHBALUSA
Pa3NUYHBIX MPOTOOHKOT€HOB, (DYHKIHMS KOTOPBIX B KJIETKE COCTOUT B PETYJISIUH
nposnugepannu. benakoBble MPOAYKTBI 3TUX TE€HOB HUMEIOT crHenuduyeckue
aAMMHOKHCIIOTHBIE IOCIIEI0BATEIbHOCTH, OJlarofapsi KOTOpbIM 00pa3yroTcs TUMEphI
OenKOBBIX MoOJIeKys. HekoTopeie rerepoauMepsl, OOpa3oBaHHBIE OEIKOBBIMH
IPOAYKTAaMH Pa3HbIX MPOTOOHKOI'€HOB, 00JaJal0T CBONCTBAMHU TPaHCKPUIILIMOHHBIX
¢daxTopos. Hampumep, romogumep FOS/FOS ne csasbiBaetca ¢ JIHK, Torma xak
rerepoaumep JUN/FOS wmmeer cpoactBo k omnpeneneHHbM caiitam JIHK 1uc-
pEryJsATOpHBIX o00JacTeil TE€HOB M SIBISETCS TPAHCKPUIIMOHHBIM  (aKTOPOM.

KommnekcHble (akTopsl, 00pa3oBaHHE KOTOPBIX 3aBUCHT OT AKTHBHOCTU pPa3HBIX
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I'CHOB, co3aaroT JOIIOJITHUTCIIBHBIC YPOBHH KOHTPOJIA Hazg KJIICTOYHBIM
Pa3MHOXKCHHUEM, U, TAKUM 06p330M, 3aMCTHO ITOBBIMIAIOT INJIACTUYHOCTh MEXaHU3MOB

UX PETYJISALUH.

15.3.2. Luc-peryJsiTOpHbIi anmapar: OpPraHu3anMs TPAHCKPUINLIMH B

MPOCTPAHCTBE U BPEMECHHU.

Crnenuduueckre TpaHCKPUIIMOHHBIE (AKTOPHl B3aHMMOJACHUCTBYIOT C OCOOBIMHU
y4acTKaMH TeHa --- DHXaHCepaMH. OHXaHCEephl OOBIYHO pAaCIONaraloTcsi Ha
paccTosHUM 10 2 THH (ThICSY Map HYKJICOTHIHBIX OCHOBAaHWM, WM Kuio0a3, kO) OT
MOYKU UHUYUAYUU MPAHCKPUNYUU, XOTS U3BECTHBI CIy4yaH yJaJleHHUs dHXaHcepa Ha
paccrosiHue 10 S0 ThnH. DHXaHCEepbl MOTYT pacrojaratbcs kak B 3', Tak u B 5'
MOJIO)KEHHH OTHOCHUTENIFHO KOAOTeHHOH obmactu (puc. 15-9). Ilo mepe usydeHus
peryssiui  TPAHCKPHUIILIWW, W, TPEXKIE BCEro, €€ perysiiud B IEPHOJ
AMOPHUOHAIFHOTO Pa3BUTHSA, OOHAPYKMUBACTCS MCKITIOUUTENBHO CIIOXKHAsS CTPYKTypa

Yuc-peryasaTOPHOrO arrapara perysiTOpHbIX T€HOB.

[{uc-perynsaTopHbie 007acTH r'eHa BBIOJIHAIOT pa3nuunble pyHkuuu. [Ipexae Bcero,
OHM CIy’)KaT Il BOCHPHATHS M 00paboTKM HMH(pOpMalUH, KOTOPYHO CO3JaeT
COBOKYIHOCTH BCEX TPAaHCKPHUIIIMOHHBIX (aKTOpOB, HMeIOmuXcs B sape. Ha
OCHOBAHUU ATON MHPOPMALIUHU TPOUCXOJUT MPUHATHE ATBTEPHATHBHOTO PEUICHUS 00
aKTHBAIMH WIN PETIPECCHH PETYIHPYEMOro reHa. PerynsropHas ob1acTs reHa MMeeT
MOJIyJIbHYIO OpTaHU3aINIo, KOTopas obecreunBaeT TudepeHInaIbHy0 aKTHBHOCTD
reHa B MPOCTPAHCTBE M BO BPEMEHHU: OJIMH M TOT K€ T€H MOXET aKTHBHPOBATHCS HE
OJJHUM, HO pa3HbIMH Ha0OpaMH CHTHAJOB, B3aMMOJCHCTBYIOUIMX C pa3HBIMH

MOJyJISIMU PETYJIATOPHON 00JIaCTH.

AHanmm3upyst MEXaHU3MBbI crielin(pUKAMKU 3apoabIia, J[9BUICOH BBIICISIET HECKOIBKO
npuHIUoB ux padorel (Davidson, 2001). IIpexae Bcero, nmpu auddepeHnmanm
3apoJIbIlia MPOUCXOIUT MPEBpaIlleHue UMEIOIeiicss HHPOpMAIK, MPEACTaBICHHON
TPAHCKPUILIMOHHBIMU (PaKTOpaMH, B MPOCTPAHCTBEHHbBIE JOMEHBI SKCIIPECCUU T'€HOB.
Hanee, cnenudukanus 3apojplilla CBsi3aHA C TEPepadOTKON MHOICECMEEHHOU
ungopmayuu Ha BXOJE, HA OCHOBE KOTOPOIl (OpMHUpYETCsl eQuHcmeeHHoe peuleHue

Ha BbIxoge. B  xozme  mMc-perynsaTopHoil  TpaHcpopMmamMM — HPOUCXOAUT
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"UH(GOPMALIMOHHBI TPOLECCHHT", B pe3yJbTaTe KOTOPOro HOBas MHQOpManus Ha
BBIXOJIE BCerna oTiauvaercs oT mHpopmaruu Ha BXxojae (Davidson, 2001). Hakowner,
LIUC-PETYJIATOPHBIE 3JEMEHTHl B3aUMOJIEMCTBYIOT KaK C aKTHUBaTOpaMH, Tak U C
perpeccopaMu TPAHCKPUIIMH, YTO HEOOXOJUMO /ISl YCTAaHOBJICHHS TPaHHIIBI

00J1aCTH DKCIIPECCUU TeHa.

Cy1iecTByeT HECKOJBKO BUAOB IHC-PETYISATOPHBIX MEXaHU3MOB MPOCTPAHCTBEHHOM
penpeccuu rera. lHoraa Bech perysisTOpHbIA MOJyJIb OPUEHTUPOBAH Ha PEIPECCHIO.
Yame --- B 0OIHOM MOJYJI€ UMEIOTCS CAUThI-MUIIIEHU, KOTOPbIE B3AUMOJCHCTBYIOT U C
penpeccopamMu, U ¢ akTuBaropaMu. Ha puc. 15-9 mpencraBneHa cTpyKTypa reHa eve
Jpo3oduninbl, KOTOPBIA Ha cTagud (HOPMUPOBAHHS OIACTOIEPMBI SKCIIPECCUPYETCS B
BUJE CEMH IIOCJIEJOBATEIbHO PACHOJOKEHHBIX BAOJb IEpeAHe3aqHe OcH
KOJIBbLIEBUAHBIX nosoc (puc. 15-10). Pa3Hble mos0Chl NMEIOT CBOM LIUC-PETYJIATOPHBIE
o0acTH, pacroioXeHHbIE B pa3HBIX ydacTkax reHa. Ha puc. 15-11A nmana cxema
yCTPOICTBA MHUHHMAJIBLHOTO JJIEMEHTAa, KOTOpas o0ecrnedyuBaeT BTOPYIO IOJOCKY
SKCHpeccHH.  MecTa CBSI3bIBaHUS MO3UTUBHBIX DETYJSTOPOB OKCIPECCHH ---
TPAHCKPHUIIIIMOHHOTO (akTop MaTepuHCKou mpupobl Bicoid (Bcd) u 3urornueckoro
dakropa Hunchback (Hb) Ha cxeme mokazanwl B HuxHel yacTu pucyHka (B1-BS,
H3), HeratuBHBIX --- 3urotndeckux ¢akropos Krippel u Giant (K3-K5, G1-G3) --- B
BepxHed. O0a TONOKUTENBHBIX PETYJSITOpa 3aHUMAIOT OOIIMPHYIO 00J1acTh
3apoJiblllla, HAMHOT'O IPEBBIIAIONIYI0 HMIMPUHY IOJOCH! 3KcIpeccuu eve (puc. 15-
11B6). I'panunel BTOpOH MOJIOCHI eve YCTaHABIMBAIOTCS Ojarogaps TOMY, 4YTO
COOTBETCTBYIOIIME CaWThl PErYJISTOPHOTO MOJIYJS YCTAaHABIMBAIOT CBA3b C
penpeccupyroumu Oenkamu Kriippel u Giant. 3agHsas rpaHuna mMosockl SKCIPECCHH
eve orpeaensercss B3auMozeicTBueM moxayisi ¢ Oenkom Krippel. Ecaum oGmacts
nokanuzammu Kriippel B cuily Tex WM WHBIX NPUYMH CMEMIAETCS BIEpea IIOo
CPaBHEHHIO C €€ HOPMaJIbHBIM MECTOIIOJIOKEHUEM, TO IKCIPECCHS BTOPOW TOIOCHI
eve MOXeT OBbITb IMOJIHOCTBbIO MOJaBieHa. llepenHsis rpaHuna BTOPOM MOJIOCHI
JKCIIpeccHH eve JaeTepMuHupyercs Oenxom Giant. Takum oOpasom, IucC-
pETyJISATOPHBIN IIEMEHT TEHa eve, BOCIIPHHHAMAs W TepepadaThiBas MH(OPMAIHIO,
MPEIOCTaBIAEMYI0 TpaHCKpUNIUOHHBIMU (akTopamu Bed u Hb (aktuBatopsi), a
takke Kr u Gt (pempeccopsl), co3aaeT HOBBIM, paHee HE CYIIECTBOBABIINI JIOMEH

AKCIIPECCUU T'eHa eve, UMEIOIINIA YeTKO BBIPAKEHHYIO JIOKATHU3AIUIO B IPOCTPAHCTBE.
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WuTepecHble pe3ynbTaThl OBUIM TMOJNYyYeHBI B Jjaboparopuu . [[3BuicoHa mpu
WCCIIEAOBAHUHN CTPYKTYPBl PETYJSATOPHOW OO0JacTH TeHa MOPCKOro exa endo 16.
Haumnasgs co cragum BereraTMBHOM IUIaCTUHKU, 3TOT TE€H JKCIPECCUPYETCS B
SHTOJEpME 3apoabliiia. Hu B ManbIx MUKpoMepax, pacroyioKEHHbIX Ha BETr€TaTUBHOM
MOJIF0CE, HU B MUTPUPYIOLINX CKEJIETOT€HHBIX KIIETKax endo 16 He SKCIPECCUpPYETCs.
Ha puc. 15-12 npencraBiieHa XapaKTEpPUCTHKA LMC-PETYJSATOPHOM 00JacTH 3TOTO
rena (Davidson, 2001). Ha yuactke, mnmmaoit 2300 map OCHOBaHHA, PacIOIOKEHO 7
Pa3IMYHBIX MOJYJIEH, KaKIbIH U3 KOTOPHIX 00ECTIEYUBACT OMpeeeHHYI0 (DYHKIIHIO.
bavxaiiuii Kk IpoMOTOpY MOIYJIb A OTBETCTBEHEH 3a PAHHIOIO HKCIIPECCHUIO I'EHa B
KJIETKaX BEreTaTUBHOW IUIACTUHKU. Moaynb B KOHTpOIMpYyeT 3KCOpPECCUI0 3TOrO
reHa Ha OoJiee MO3MHUX cTaauax B cpenneit kumike. Moaynu C u D mpenHazHaueHbl
JUISl PENPECCHUN T€HA B CKEJIETON€HHOW ME3E€HXHUMeE, Torjaa Kak moayiau E u F --- md
penpeccun TreHa B mpwieraromeid skrogepme. Hakonen, moayne G CIIyKHAT
MIO3UTUBHBIM YCWJINTEJIEM OJKCIPECCHUHM TeHa. BaXXHO NOTYEpKHYTh, UTO BCE 3TH
MOJIyJTH B3aWMOJICHCTBYIOT HE TOJBKO C TpaHC-(haKTOpaMH, CaWTBhl CBS3BIBAHHS
KOTOPBIX paclpeaeNeHbl 0 BCEM MOIYJISIM (Ha pUCYHKE MOKa3aHbl BHU3Y ), HO HIMEIOT
U CBOM COOCTBEHHBIC, IMPHCYIIHME TOJBKO MM TPAHCKPHUIILMOHHBIE (haKTOphl (Ha
puUcyHKe --- HaBepxy). CyllecTBOBaHHME TaKOTO pojaa MOJYJb-CleHUu(UIECKUX
TPaHCKPUIILIMOHHBIX (akTOpoB obOecreyuBaeT BKJIOYEHHE TeHa endo 16 B

OIMPECACIICHHBIX o0macTax 3apoJbIla U B OIIPCACIICHHOC BpCMH.

Cucrema Momysel B peryJisTOpHOH OOJNacTH TeHa MOIPOOHO HCCieoBaHA Ha
npuMepe pax6. DTOT TeH MPUHAIICKUT K OOIIMPHOMY CEMEHCTBY PEryJSATOPHBIX
T'CHOB, OTJIMUMTEILHOMU OCOGGHHOCTLIO MPOAYKTOB KOTOPLBIX CIIYKHUT HAJIMIUC NOMCHA
paired, nmpennasHadenHoro aisi cBszbiBanus ¢ JIHK. I'en pax6 y Bcex KUBOTHBIX,
UMEIOIUX TIJa3a, OT IUIOCKMX 4YepBed U HEMEpPTHH [0 YJICHUCTOHOTUX H
IMO3BOHOYHBIX, BBIIIOJHACT BCAYLIYIO POJIb B YIPABJICHHWH PA3BUTHCM TIJla3a. ]_II/IC-
peryisTopHasi CUCTEMa T'eHa pax6 UMeeT TUITUYHYIO MOJIYJIbHYIO CUCTEMY KOHTPOJIS.
B rene pax6 mbimu, HanpuMep, HMEIOTCS 0COOBIe MOIYJH, NpeIHA3HAYCHHBIS IS
aKTUBAIIUU 3TOTO T'€HA B PA3HBIX YACTAX Iy1a3a. DKCIPECCHs] OAHOTO U TOTO YK€ reHa
pax6 B ceT4aTKe, pOTOBHIIEC, XPYCTaJIHMKe, CIE3HON keie3e, KOHBIOHKTHBE

KOHTPOJHMPYETCS Pa3TUYHBIMU CIIEUN(PUIECKUMHU YHXAHCEPAMHU.
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15.3.3. Henpsimasi peryJisiusi TPAaHCKPHIIHMHU

B ombiTax Ha TPaHCTCHHBIX JKUBOTHBIX OBLIO OOHApPY>KEHO, YTO B 3aBUCHUMOCTH OT
MECTa BHEAPCHHS B TCHOM pCIMIMEHTa TPAaHCHUIIMPOBAHHBIA TE€H MOXET
WHAKTUBHPOBAThCA. Takoro poja HAOMIOACHHS IAlOT OCHOBAaHHUS IPEIIOJIaraTh
CYIIECTBOBAaHUE nepMUcCUsHol (pa3pemaromeld TPAaHCKPHUIIINUIO) KOHQUTYpAIUH

XpOMaTHHA, U penpeccugrot (3arpenaroieil TPaHCKPUIIIHIO) KOH(PUTYpaIHH.

XpomatuH, KaK U3BECTHO, IPEJCTABIsIeT coOol ne3okcunykneonporens (AHII), T. e.
BemecTBo, odpazoBanHoe coenuHeHnem JIHK c pasHooOpasueimMu Genkamu. Cpenu
oenxo JIHIT pasnmuuaroTcsi THCTOHOBBIC U HETMCTOHOBBIC O€NKH. ['MCTOHBI OOTaTh
JU3MHOM ¥ apTUHWHOM W TI03TOMY XapaKTePU3YIOTCS OCHOBHBIMU CBOWCTBAMH.
HeructoHoBbie OenkM MMEIOT OYeHb pa3Hylo npupoay. Cpeaw HUX BCTPEYArOTCS
CTPYKTypHBIE, (EepMEHTaTUBHBIE H  PETYJISTOPHBIE  MOJEKYJbl. [ HCTOHBI
MIPEJICTABJICHBI TSITHIO PA3HBIMHU KJIACCaMU OCITKOBBIX MOJICKYJI, KaXKIBIH M3 KOTOPHIX

HUMCIOT CBOC CHGI_II/I(I)I/ILICCKOC COOTHOHICHUEC JIM3UHOBBIX W APIrHMHHUHOBBLIX OCTATKOB

(Tabnwuma 15.3).

TABJINIIA 15.3. XapakTepucTuka HEKOTOPBIX TapaMETPOB THCTOHOB

u3 Tumyca tenenka (mo G. Karp, 1999)

I'ucton Yucno AK- Macca % Arg % Lys
OCTaTKOB (Kda)
H1 215 23,0 1 29
H2A 129 14,0 9 11
H2B 125 13,8 6 16
H3 135 15,3 13 10
H4 102 11,3 14 11

Hute JIHII npeacraBieHa mOBTOPSIONIMMIUCS YaCTUIIAMH --- HYyKIeocomamu (puc. 15-
13). ITaper rucronos H2A, H2B, H3 u H4 o0pa3yroT AUCKOBUIHBIN OKTamep,
KOMIUIEKC U3 8 MOJIEKYJ, KOTOPBIN MPEACTaBISIET COO0H cepAleBUHY HYKI€OCOMBI. C
TUM KoMmIulekcoM cBsizaH oTpe3ok /IHK, mnmmuoit B 146 map ocHoBaHuil, KOTOpas
JIeaeT BOKPYT HEro MOYTH ToJHBIX naBa oOoporta. JAHK, Haxopsmascs mexmy
HYKJICOCOMHBIMHM YacCTHLIAMH, U CBSA3BIBAIOIIAs WX Ha3bIBaeTCs JUMHKEPHOH. OOBIUYHO

OHa cocTOUT u3 60 map OCHOBaHMIi, HO €€ JUIMHA y Pa3HbIX BUJOB U B Pa3HbIX TKAHAX
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BappupyeT. TakuMm 00pa3oM, HYKICOCOMHAs YacCTHIA U JIMHKEP COCTaBISIOT OKOJIO
200 nykneoruansix nap. Konipsl JJHK kaxmoi Hykineocomsl cBsizaHbl ructoHoM H1.
[Ipu ciepmaToreHese MPOMCXOAUT 3aMeHa OOBIUHBIX THCTOHOB Ha TPOTAMUHBI WIIH HA
CIEPMHUIHBIE THUCTOHBI, IIPU O3TOM XPOMAaTHUH KOHJEHCHPYETCS H YTpPayUBaeT
CIIOCOOHOCTh K TPAHCKPHUMIMU. B Xoje KJIETOYHOTO IHMKIa M3MEHEHHE CTEICHU
KOHJICHCAIIUM XPOMATHHA M €r0 TPAHCKPHUIIIMOHHOW CIOCOOHOCTH MPOUCXOIUT 0e3
3aMCHBI TUCTOHOB --- 3a CUCT UX XHMI/I‘IGCKOfI MO)II/I(i)I/IKaIII/II/I, B 4aCTHOCTH, 3a CUCT

bochopunrpoBaHus.

I'eTepoxpoMaTUH M 3yXpoMaTHH. XPOMAaTUH B HUHTEp(a3HOM siape MPeICTaBIICH
IByMs (hopMamu: JIEKOHJICHCHPOBAHHON M KOHJACHCHUPOBAHHOM, KOTOpasi COCTABISET
npumepHo 10% . KoHzneHCHMpOBaHHBIN XpOMAaTUH Ha3bIBAIOT 2€mepoxXpOMAmMUHOM.
JlucneprupoBaHHbIl  ---  3yxpomamurom. I'€TepOXpOMaTUH TPaHCKPUIILIMOHHO
HEaKkTUBEH. PasnuualoT [Ba BUJa TIeTEpPOXpOMATHHA: KOHCTUTYTHUBHBIM H
(bakyIbTaTUBHBIN. Koncmumymuenwiii 2emepoxpomamun HaxOJIUTCA B
KOH/ICHCHPOBAHHOM COCTOSIHUM TIOCTOSIHHO. OOBIYHO OH TPEACTaBICH YacTo
MTOBTOPSIFOUIUMUCS HYKJIEOTHIHBIMH ITOCIIEI0BATEIBHOCTMU. TaK, B LIEHTPOMEPHOU
o0JacTd XPOMOCOMBI YeJOBeKa KOPOTKHE HYKJICOTHUIHBIE IOCIIEI0BATEIbHOCTH,
mmHOoU 170 map HykineotuaoB, nosTopsitores 10 30 000 pas. Ilpu Tpanciaokauu reHa
B 00/aCTh KOHCTUTYTHUBHOTO TeTEpOXpOMATHHA €ro JKCIpeccus OOBIYHO

npekpamaercs (3PQPEKT MoI0KEHHS).

DakyromamusHvlll 2emepoxpomamux BOZHUKAET JIMIIb HAa ONPEIACICHHBIX CTaIUsAX
pasBUTHs, KOrjJa HEoOXOJMMO MHAKTUBUPOBaTb XPOMOCOMY WIM €€ 4YacTH.
Knaccuueckum npuMepoM TakoW MHAKTHUBALMU CIIyXaT TaK Ha3blBaeMble TeJblLia
bappa, wunakTUBHpOBaHHBIE X XPOMOCOMBI JKEHCKHX OCOOEH MIICKOTUTAIONIUX
(puc.15-14). Ogna u3 X XpoMOCOM TeTepOXpOMaTHHU3UPYETCSl B PAHHEM DPa3BUTHUHU
cllydailHBIM 00pa3oM, T.e. HE3aBHCUMO OT OTLOBCKOTO WJIM MAaTEPHUHCKOTO
IIPOUCXOXKACHUSA. AKTUBHOCTh 3THX XPOMOCOM BO300HOBJISIETCSI B MOJIOBBIX KJIETKaX
nepex Meno3oMm. MHakTuBanus X XpoMOCOMBI IPOUCXOJUT BCIIEICTBUE IKCIPECCHU
JIOKAJIM30BaHHOTO B Hel rena Xist. Tpanckpubupyemas nPHK*™ makaruusaercs B
XpoMoOcoMe, U, 00pa3ysi CBOEro poja 000JIOUKY, MHAKTUBUPYET €e. Y MYUYHHCTOrO
yepBenia Planococcus citri (Hemiptera) mpoMCXOQUT TeTepOXpOMaTUHHU3AIMUS BCEX

OTIIOBCKHX XPOMOCOM, YTO NMPUBOJNT K (HyHKIIHOHAIEHOW TaIUIOUTHOCTH CaMIIOB.
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Beaku '"raymenus". TpaHCKpUMNIMOHHAS AKTUBHOCTh MOKET PETYJIHUPOBATHCS C
MOMOIIbI0 OCOOBIX O€NKOB '"TiymieHus'", KOTOpble KOAUPYIOTCS T€HaMH CEMEHCTBa
PcG (Polycomb-Group), HacumrthiBaromero okojio 30 reHoB. DT OEIKM HUMEIOT
0CcOo0YI0 00JIaCTh --- XPOMOOOMEH, C TIOMOIIBIO KOTOPOro oHM cBs3biBatoTcs ¢ JJHK,
WHAKTUBHUPYS TPAHCKPHIIIUIO B 3TOH oOnactu. OOpazoBaHHE CBSI3U MEXKIy OEITKOM
PcG u JJHK npoucxoaut npu Hanmuuu ocoboii nocnenoBarensHoctu JJHK, koTopast
HOCHT Ha3BaHue mooyias kiemounou namsmu (Cellular Memory Module, CMM).
Nwmeromuecs B JJHK cnenumanbubie catimer 63aumoodeiicmsust ¢ Polycomb (caldTel
PRE, Polycomb Responce Element) co3maroT NmpearnochIkKu 0Opa3oBaHUS OYCHb
KPYHHBIX OEIKOBBIX KOMIUIEKCOB, JOCTUTAIOIIUX HECKOJIbKUX MUUIMOHOB Da (puc.
15-15). B o0macTsx Takoi KOMIAKTH3allMKd XpOMAaTHHA MPOUCXOIUT OJIIOKMpOBaHUE
TpaHckpunuuu. C MOMOIIBI0 MEXaHHW3MOB IIIYHICHHS HAa OIpPEIEICHHBIX CTaTusX

Pa3BUTHA HHAKTUBUPYIOTCA, HAIIPUMEDP, KIIACTCPHBIC Hox-rensl.

ToyHOCTH JKCHpEcCHH TEHOB TMOJICPKUBACTCH, KaK OOHAPYKUIOCH, €IIe OJIHOU
reTeporeHHon Tpymnmoit 0enkoB w3 rpynnbl Tputopake (TrxG, Trithorax group),
KOTOpBIE TaKXe O0O0pa3yloT KPYMHbIE KOMIUIEKCHI, BO3HHUKAIOIIME OJyiarogaps
B3aUMOJICHCTBUIO MEXIy O€NKOBbIMM Moiiekyidamu. Wx ¢yHkuus --- mpsmo

MMPOTUBOIIOJIOXKKHAA --- IIOAACPIKAHUEC OTKPBITOT'O (aKTI/IBHOFO) COCTOAHUA XpOMATHHA.

MetuwimpoBanne JHK. BaxsbiM (akTopoM perymsiuu TpPaHCKPUIIIMOHHOM
akTuBHOCTH sBisercs MetwnupoBanue JHK. Merunuposanue JIHK He sBnsercs
YHHUBEPCAJIBHBIM ~ CIIOCOOOM  pEryJiilluu: OHO OTCYTCTBYET, B YaCTHOCTH, Y

npencrasuteneit Ecdysozoa --- y JIpozoduisl u Hematonsl Caenorhabditis elegans.

VY 1mo3BOHOUHBIX KpoMe 00bruHOro 1uro3uHa B JIHK nmeercs "nsaroe ocHoBanue" ---
S-metunmro3ud.  OcoOblii  depmeHT  MertmiTpancdepasa  OCYHIECTBISIET
METWIMPOBAHME  LIUTO3WMHA, COCEACTBYIOLIETO C  TIyaHO3MHOM. PuCyHOK
metunupoBanua JJHK B psity KiIeTOYHBIX TeHepanuii 0ObIYHO COXPAHSAETCS, eClId He
BKJIIOYAETCSl  CHCLUAJIBHBIM  MEXaHU3M  JEMETWINPOBAHHA. MeTunupoBaHHUE
IIUTO3MHOB, PACHOJOXEHHbIX B IPOMOTOPHOW OOJIACTH, BEAECT K PEHpeccHH
TpaHckpunuuu. CpaBHEHHE YPOBHS COJICP)KaHUS METHIIIMTO3WHA B T€HaX IIIOOWHA B

BpI/ITpO6J'IaCTaX U HHBIX KICTKax B3pOCJIOro 4YcCjJIOBE€Ka CBUIACTCIBCTBYCT, YTO B
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spuTpoOIacTax, TJAe NPOUCXOAWT AaAKTHBHAS TPAHCKPUIIUS OTOTO TeHa, OIS
METHJIIIUTO3WHA HHU3Ka, TOTJMa Kak B JAPYrUX TKaHAX, TAe TeH TIJIoOWHA He
IKCIPECCUPYETCs, OHA JIOCTUTAET BBICOKMX 3HAYCHUI. B AMOpHOHAIBHBIN MEpPHO
pa3BHUTHS HU3KUW YPOBEHb COJEPIKAHUS METHIIIIMTO3WHA OTMEYCH B T€HAX TIIOOMHA
MEYCHU, TJAe B OTO BpeMs NPOMCXOIUT KpoBeTBOpeHue. Ecimm ¢ momomplo 5-
a3allMTUJNHA, WHTHOWTOpa MeETHITpaHc]epasbl, MOJABUTh METHIUPOBAHUE B
KyJbTYpe KIETOK (UOpOOIACTOB, TO OTH KIETKHM 3a CYET AaKTHBAIMH BEPXHUX
pEryJIATOPHBIX TCHOB HAuMHAIOT IU(GGEPEHIUPOBATECS W 00Pa3ylOT MHOIUTHI,

XOHAPOUMUTHI U aAUITIOHUTEL.

I'eHOMHBIIiT HMMIOPUHTHHI. Y  MJCKONUTAIOMIMX OTKpBITa (YHKIMOHAJIbHAS
HEIKBUBAJIEHTHOCTh TOMOJIOTMYHBIX T€HOB, MPEANOCHIIKA KOTOPOU 3aKJIaIbIBAIOTCS B
MepHuoj raMeToreHe3a. JTo MpeolpeaeTeHie cyap0bl TeHa B MepHo]] TaMeToreHe3a
HA3BIBAIOT 2eHOMHbIM umnpunmuneom (0T aHTI. imprint --- 3ame4yaTiieTs).
NmvnpunatupoBanusie oonactu JIHK mocne ommomoTBOpeHs 1 Ha caMbIX HadadbHBIX
CTanusax JApOOJCHHUS METHIUPYIOTCS U, TEM CaMblM, --- WHAKTUBUPYIOTCS.
VIMOpUHTUHT MaTEpUHCKUX W OTLOBCKMX TI€HOB Y MJIEKONUTAIOIIMX 3aTparuBacT

6oree 100 reHOB B pa3IUYHBIX XPOMOCOMAX.

VY 4yenoBeka B 7-0i1 XpoMOcoMe MMEETCsl T€H MHCYJIMHNOA00HOro (hakropa pocta 2
(IGF2). Bo Bpemsi oorenesa co3faroTcs MPEANOChUIKH METUIMPOBAHMS HTOTO TEHA,
TOrJa Kak IPU CIepMaToreHese --- HeT. COOTBETCTBEHHO y 3apOAbIIIa MAaTCPUHCKHUN
reH METWJIMPOBAaH U aKTHBEH TOJBKO OTLOBCKUMU reH. B 17-0i1 xpomocome umeercs
TeH perenropa 3Toro ¢axrtopa (Igf2r), KOTOPHIA MMIIPHHTUPYETCS TOJBKO B XOIE
cnepmaroreHe3a. COOTBETCTBEHHO, I'€H OTLIOBCKOI'O IPOMCXOXKIEHUS Yy 3apOoJbllia
METHIIUPYETCS M MHAKTUBUpPYETCA. AKTHBHOCTh HaOromaercst y reHa Igf2r TOIBKO
MaTEpUHCKOI0 MPOUCXOKACHUs. Jlenenus reHa Ml /gf2r y camia He CKa3bIBaeTcs
Ha Pa3BUTUH, MTOCKOJBKY OH U IPU HOPMaJbHOM I'€HOME MHAKTUBHUPOBaH. [lenenus
ATOro € IeHa y CaMKH BeAET K I'MOenM 3apojplilia, TaK Kak I'€H, MOJyYEeHHBIH OT

0TLIa, THAKTUBUPOBAH U HE MOXKET KOMIIEHCUPOBATh YTpaTy MaTEPUHCKOIO TeHa.
N3-3a pyHKIIMOHAIBHONW HEIKBUBAJIEHTHOCTH HEKOTOPHIX TOMOJIOTHYHBIX TE€HOB Y

MJICKOIMUTAKOIINX Y HUX HCEBO3MOXCH HH IAPTCHOI'CHE3, HU AHAPOICHES3. Ecan u3

OILUIOAOTBOPEHHOI0 SIMI@ MBIIIK YAAISUIA MYXKCKOH IPOHYKIEYC M 3aMEHSIU €ro

27



KEHCKHM, CO37aBas, TaKUM o00pa3oM, NPEINOChUIKH MapTEHOTC€HETHYECKOTO
pa3BuTHs, TO Tociie (popMupoBaHUsT OJIACTOLMCTH Pa3BUTHE OCTAHABIMBAIOCH (pHC.
15-16). Oxazanoce, uto oOpa3zoBaHHMe Tpo¢oOiacTa U IUIALEHTHI HEBO3MOXKHO 0e3
y4acTHsl OTIIOBCKMX TEHOB, IOCKOJBKY COOTBETCTBYIOIIHME MATEPUHCKHE TEHBI
MHAKTUBUPOBAaHBL. B yCIOBMSX HCKYCCTBEHHOTO aHIPOTeHE3a, KOTJa >KCHCKHH
NPOHYKJIEYC 3aMEHSUIM Ha MYXCKOW, IUIAllEHTa pa3BUBaJaCh, HO OTCYTCTBHE
HEKOTOPHIX  (YHKIMOHHPYIOIIUX TE€HOB MATEPUHCKOH TPHUPOJIBI  BBI3BIBAJIO

MMPpEKpalICHUC PA3BUTUC COOCTBEHHO 3apoJblIIa.

bnaronaps MMIPUHTUHTY T€HBl COXPAHSIOT XapaKTEepHbIM [UIsl HUX  CTaryca
METHJIMPOBAHUA B PaHHEM pa3BUTUU. EIMHCTBEHHBIM, HO 4YPE3BBIYAIHO Ba)KHBIM
UCKJIIIOYEHUEM M3 JTOrO IpaBWia SBISAIOTCA IIOJIOBbIE KIIETKH, T€Hbl KOTOPBIX
yTpauuBalOT MMIIPUHTUHI, YHACJI€AOBAaHHBIH OT pPOJUTENbCKONH (OpPMBI, U He
MeTmIupyroTcs. Hallo)keHne HOBOrO HUMIPHUHTUHIA B JIMHMM IOJOBBIX KIJIETOK
IIPOMCXOJUT Ha CPAaBHUTENIBHO MO3JHMUX CTaJUAX Pa3BUTHUA 3apojipllla --- TOJBKO B
nepuoJi rameroreHe3a. HOBBII HUMIPUHTHUHI, €CTECTBEHHO, COOTBETCTBYET IMOJY

JKMUBOTHOT'O, IPOU3BOAAICTO I'aMCTHI.

15.3.4. Cuctembl NpoBeIeHUs] BHEIIHUX CUTHAJIOB K TeHOMY (CUTHAJIUHT).

Perynsiuus akTUBHOCTH F€HOMA B KJIETKE TOCTUTACTCS ABYMS INIABHBIMU CIIOCOOAMM:
C TIOMOUIBIO TPAHCKPUIIIMOHHBIX ()aKTOPOB, KOTOPHIE BHIPA0ATHIBAIOTCS U JICHCTBYIOT
BHYTPH KJIETKH, KOHTPOJIUPYS aKTUBHOCTh COOCTBEHHOT'O T'€HOMA, U IOJ BIHUSHUEM
BHEIIHUX (PaKTOPOB, KOTOPBIE CHHTE3UPYIOTCS  CEKPETUPYIOTCS IPYTUMHU KIIETKaAMH.
Bo Bropom ciyyae HEOOXOIMMBI CHELHANbHBIE PELENTOPbI, BOCHPUHHMAIOLINE
BHEIIHUH curHan (puc. 15-17), a Takxxe MpoOBOJASIIME CUCTEMBI, C TOMOILBIO KOTOPBIX
TpaHC(OPMHUPOBAHHBIM ~ CHTHANl JTOBOIMTCS IO TPAHCKPHUIIIMOHHBIX (PAKTOPOB H

aKTUBUPYET UX.

Cpenu CcHUTHANbBHBIX MOJIEKYJ, KOHTPOJHUPYIOIIUX SMOpPHOHAIBHOE pa3BUTHE,
pa3nuyarT ABEe Kareropuu (GaxTopoB: HHU3KOMOJEKyisipHble (MeHee 20 kDa), u
BBICOKOMOJIEKYJIIpHBIE OEIKOBOH Mpuposl. [IepBrie MMpoKo mpeacTaBIeHbl pa3HOTO

poma wmoHamM M Tazamu, B ToM dmciae Na', K, Ca*’, NO. B mocneanee Bpems
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BBISICHSIETCSl cyllecTBeHHass poib NO B mpoueccax auddepenmmanmu. Owna
y4acTBYET, KaK OKa3bIBa€TCS, B MHUIIMALMU KaJBIUEBBIX BOJIH MPHU OIIOJOTBOPEHUH,
B HelporeHese u Ap. K HHU3KOMOJEKYNISAPHBIM CUTHAIBHBIM MOJIEKYJIaM OTHOCSTCS
HGprOTpaHCMHTTCpBI (aHGTI/IHXOJ'H/IH, FJ'II/IHI/IH), IMPONU3BOAHBIC HYKJIICOTHAOB, B TOM
yucie, MNUKINYECKUW aneHo3uH-MoHodocdar. Hampumep, mAM® BreicTymaer B
Ka4yecTBE BHEKJIETOUYHOTO CUTHAJIBHOTO (akTopa y cimzeBuka Dictyostelium, rie oH
noOy:x1aeT 000co0IeHHbIE aMeOOUIHbIE KIIETKU K (POPMHUPOBAHUIO MHOTOKJIETOYHOM

MHUKCOMMICTHI.

B nmanHOM pasnene paccMaTpuBaIOTCSs, TJaBHBIM 00Pa30M, CHTHAJIBHBIE MOJIEKYJIBI

OEJIKOBOM MPUPOIBI (MIETTHIBI U OCIIKH).

Ha oTHOCHTENBbHO MO3IHUX CTAIUSAX PA3BUTHUS LIMPOKO HCIIONB3YIOTCS 9HOOKPUHHbIE
(oT rpeu. €vdov --- BHYTPH, KPIWV® --- BBIJIEIATh) CUTHAIbHBIE MOJEKYJIbI, KOTOpbIE
BBIBOJISITCS M3 KJIETOK B KPOBSHOE PYCJIO M PACIIPOCTPAHSIOTCS MO Pa3BUBAIOIIEMYCS
3apoJibIly Ha OoJbIne paccTosHus. Ha paHHUX cTamusix, Korga OTCYTCTBYET H
KPOBEHOCHAsl CUCTEMA U HHJIOKPUHHBIE OPIaHbl, PEIIAIoNIas pojb B MEXKIETOYHBIX
OTHOLICHUAX TNPHUHAUICKUT napakpuruvim (OT Iped. mopd --- BO3NE, KPW® ---
BBIIEIIATE) (PaKTOpaM, CEKpEeTUPYEeMBbIM OelKkaM, KOTOpPbIE pacHpOCTPaHSAIOTCA B
MEXKJIETOYHOM MPOCTPAHCTBE IyTeM Auddy3un u, B CHWIy 3TOro, HMEIOT
OrpaHUYEHHYI0 c¢epy BIUAHUSA. Pa3HOBUAHOCTBIO TApAaKPUHHBIX  SBISIOTCS
aemoxpunHvle (PAaKTOpbl, T.€. TAaKUE CEKPETHPYEMBbIE CHUTHAJIbHBIE MOJIEKYIIHI,
KOTOpbIE PEeryJupyroT (yHKIMM CcaMOW KIETKH-NPOU3BOAUTENbHUIBL. Hakonerr,
U3BECTHBI M 1OKCMaKkpunHovle (OT JNat. juxta --- OJIU3, M Tped. KPW® --- BBIICIATH)
(baKTOpBl --- CUTHAJIBHBIE MOJICKYJIbI, KOTOPBIE ABISIOTCS MHTErPAIbHBIMU O€lKaMu
a3Matudeckoil MemOpanbl. KOkcTtakpuHHbBIE (DakTOpel HE CcekpeTHpyroTcs. OHM
BJIUSIIOT HA CHEIU(PHUKALUIO COCEHUX KJIETOK, HEMOCPEACTBEHHO B3aUMOIECHCTBYS C

perentopamMu nmociaeaHux (cM. moapooHee pazaen 17.8.2).

IlapakpuHHble CcUTHAJbHbIE (akTOopbl. DYHKIMOHATBLHO --- 3TO (PaKTOPHI,
KOTOphIE B OSMOpHOTreHE3€ pEeryJupyloT TMPOLECChl KIETOYHON pernpoayKIuH,
kieTouHou nuddepeHnuanuu u Mopdorenesa. M3BecTHO HECKOIBKO CEMEUCTB ATUX
6enkoB. Kaxoe U3 HUX XapaKTepu3yeTcsi CBOUMU OCOOEHHOCTSIMH B3aMMOJCHCTBUS

C TpaHCMEMOpAHHBIMU PEIENITOPAMHU KIIETOK, AKTUBHOCTh KOTOPBIX OHU PEryIUPYIOT.
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®dubpodnactuyeckue daktopsl pocta (ceM. FGF), snmunepmansubie hakTopbl pocta
(EGF), uncynunanono6usie (aktopsl pocta (IGF) m Hekotopwie apyrue ¢GakTopsl
B3aUMOJICHCTBYIOT C muposunkunazivimu peyenmopamu (receptor tyrosine Kinase,
RTK). Huromnasmaruyeckuii TOMEH 3THUX PELENTOPOB MPU HEKOTOPHIX YCIOBUSIX
obnanaer cnocoOHOCTHIO (hochOopuIHpoBaThH THPOIUHOBBIE OCTATKH OEJIKOB, B TOM
yuciae u cobctBeHHble. Tpanchopmupyromme dakroper pocra Oera (TGF-f)
B3aUMOJICHCTBYIOT C PELENTOpPaMHu, KOTOpBIE OONANAIOT CepuH-mpeoHUHKUHAZHOU
aKTHBHOCTHIO. IMEIOT CBOM OCOOCHHOCTH B3aUMOJACHCTBHUSI CHTHAJBHBIE OCIKH CEM.

Wingless (Wnt), 6enku cem. Hedgehog (Hh).

dudpodaactuueckne pakropbl pocra (cem. FGF). Coe nHa3zBanue 3ta rpymmna
(GakTOpoB MONy4yWJa MCTOPUYECKH, IIOCKOJIbKY TEpBbIii U3 OOHapyKEHHBIX
MpeJICTaBUTENe ATOro OOUIMPHOTO cemMeicTBa (HDaKTOpPOB CTHUMYJIUPOBAl pOCT
KIIETOYHOU KyJIbTyphl (GuOpobiactoB. OOmupHOE ceMelcTBO (GrOpPOoOIacTHICCKIX
(hakTOpOB pOCTa CBSA3aHO C AKTHBHOCTHIO MHOTHX T'€HOB fgf M HACUMUTHIBAET COTHHU
n30(opmM, 00pazoBaHHE KOTOPHIX 00yCIOBIECHO IU(p(PEepeHINATBHBIM CIUTAHCHHTOM.
Y MIIEKONMUTAIIMX HMEETCs, Mo KpaitHed wMepe, 19 mnpeacraBuTeneit 3Toro
cemeiictBa. CBOHCTBa OTAEIBHBIX OEJIKOB 3TOr0 CEMEWCTBA MOTYT CYIIECTBEHHO
pasnmuyatbes. Harmpumep, dakroper FGF-1 xapakTepu3yroTcs KUCIBIME CBOMCTBaMH,
a ¢aktopel FGF-2 --- menounsivu. Peanbabie pynkiuu dakropoB FGF B pa3sButun
KUBOTHBIX MHOTOTpaHHbl. Hampumep, FGF-2 urpaer Baxxnyto posis B hopMUpOBaHUH
KpOBEHOCHBIX cocynoB, FGF-7 sBisercs ¢pakropoM pocra kepaTHHOIHUTOB. DaKTOPEI
FGF ywactByloT B HMHAYKIMH ME30J€pMbl Ha CTaJuu OJIaCTYJIbI M TacTPyJbl
ampuOuii, ydacTBYIOT B WICHEHHMHM TOJIOBHOIO MO3ra Ha pasHble OTAEJbI, B
(dbopmMooOpa3oBaTENbHBIX TpoIEccax MPH Pa3sBUTHH KOHEYHOCTH, Yepera U JAPYTHX
nporeccax. Y Jpo3zodunsl npencrasurens cemeiictBa FGF ren branchless u ren
perienTopa COOTBETCTBYIOIIETo (aktopa breathless ydacTByloT B Mopdorenese

TpaxeHOM CUCTeMBbl HACEKOMOT'0, 0OeCTIeunBas €€ BETBIICHHUE.

Bsaumopeiicteue ¢akropoB FGF ¢ kimetkamMm omnocpenyercs peLentopamu,
BCTPOCHHBIMM B IUIa3MAaTHYECKyl0 MeMOpaHy Oenkamu. VI3BecTHBI 4eThIpe
pasnoBugHoctd FGF penentopoB (FGFR 1-4). Breknerounas o0iacth perentopa
obecrieunBaeT cBs3b ¢ FGF-murangom, Toraa Kak ero BHYTPHKJIETOYHas 001acTh

mpescTaBiIsieT coboi TUpo3uHkuHA3y (puc. 15-18), ¢gepMeHT, KOTOpHIA 3a cYer
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sHeprun AT® dochopunupyer tuposmHoBbie octaTku. Korma mwrang FGF
CBSI3BIBAETCS C PELENTOPOM, IPOUCXOAUT U3MEHEHHE KOH(OpMAaLUU MOCIEIHEro, U
OH MpHUOOpPETaeT COCOOHOCTh K TMMEPHU3AIUH C APYTOil pelenTOpHON MOJIeKyoil. B
ces3piBannu FGF ¢ perienTopamMu MpUHAMAIOT yYacTUE MPOTEOTIIMKAHBI --- TEMapHH
u remapancyiabdar. COMMmKeHNE TBYX MOJIEKYJ THPO3MHKHHA3HBIX perentopoB RTK
MPUBOIUT K aBTOGOCHOPIIUPOBAHHUIO UX LUTOILIA3MATUIECKUX AOMEHOB. [Ipu sTOM
OHH npuoOpeTaroT CIIOCOOHOCTH dbocdopmmpoBath 0eJI0K-a1arnTop.
dochopunupoBaHHblii  Oenok-amantop B3aumonencTByeT ¢ G-Oenkom RAS u
aktuBupyer ero (puc. 15-18). Jlanee cinenyer mocnenoBaTenbHas Lenouka MAP-
KMHa3, KOTOpas 3aBepIlaeTcss akKTUBalUMeH TPaHCKPUIILMOHHOTO  (akTopa,
BKJTIOUAIOIIETO SKCIPECCHIO OMPEIETICHHOTO reHa. AKTuBHpoBaHHbIN perentop RTK
CTUMYJIUPYET TaKXKe docdonumnazy C, KOTOpast pacuierisieT
dbocharunumunosutonaudochpar  (PIP,) nwa  wmHO3uTOonTpudochar (IP;) m
muanuiarauuepod (DAG), 4to Bener, B KOHIIE KOHIIOB, K CYIIE€CTBEHHBIM U3MEHEHUSIM

HMOHHOT'O COCTaBa B IUTOINIIIa3ME KICTKH.

FGF-curnanuur urpaetr BaXHyIO poJib B Pa3BUTUM KOHEYHOCTH M JIMIIEBOIO Yeperna
yenoseka. Myrtamuu peuentopa FGFR1 BesiBator cunapom Ildeiidepa, koTopsiii
MPOSIBIISIETCS. HE TOJNBKO B HAPYLICHUSAX DPAa3BUTHUS KOHEYHOCTH, HO U B jederrax
gyeperna, OOYCJIOBIEHHBIX IPEXKICBPEMEHHBIM  CpPALlCHUEM YEpEeNHBIX IIIBOB
(xpanuocuHOCTO3). Pa3zHooOpa3Hbl nedeKThl pPa3BUTHSA, KOTOpPbIE OOYCIOBICHBI
myTauusimu peuentopa FGFR2. Bee oHu cBsi3aHbl ¢ HapyLIEHUSIMH Pa3BUTHUS yeperna
U KOHEYHOCTEH, B TOM uucie ¢ cuHmaktuiauer. Myrtanun FGFR3 BeI3bIBatoT
aXOHJIPOIUIA3NIO, TIyOOKOE HapyIICHHWE PA3BUTHUS XPALIEBOIO M KOCTHOTO CKEJeTa.
Opnna u3 myrtanuii FGFR3 o0ycrnoBriena 3amenieHueM BCero 0JIHOM Mapbl OCHOBAHUM,
BBI3BIBAIONIMM 3aMeHy IiunuHa B 380-M MOJIOKEHMHM Ha apruHuH. Myranumy,
M3MEHSIOMINE TUPO3UHKUHA3HYIO BHYTPUKJIETOUHYIO OOJIACTH 3TOr0 peIenTopa,

MIPUBOJIAT K JIETaIbHON (hOopMe KapIMKOBOCTH.

Kak yxe oTMeuanoch, aHaNOTWYHBIA MyTh MPOBEIEHUS CHUTHAJa 4epes
TUPO3UHKUHA3HBIN pelenTop, OeNoK-aJanTop U LEMOoYKy KHHA3 HCIOIb3yeTCs TaKkKe

snuaepmanbHbiMu (EGF) n uncynuanono6usiMu (IGF) daxkropamu pocra.

Tpancpopmupyromue ¢axkropbsl pocra Oera (TGF-B) obpasyior ob6mupHOoe
CBEPXCEMEHCTBO, B KOTOPOE BXOJAT IMOMHMO MHOTHX Pa3HOBHIHOCTEH COOCTBEHHO

TGF-B, axmusunsi, paznoodbpazusiec BMP-dpaktopsl (BMP --- bone morphogenetic
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factor), BKiTtodasi Takue MIMPOKO pacrpocTpaHeHHbIe (akTopbl, kak Decapentaplegic
(Dpp), Nodal, Vgl. ®yHkiuu, BBITIOJHIEMBbIE OCJIKaMU STOTO CBEPXCEMEUCTBA,
BecbMa  pa3HooOpasHel. OHM  KOHTPOJHMPYIOT  KIETOYHYKHO  PEHpOIyKIIHIO,
OpOrpaMMHPYEMYI0 CMEPTh KICTOK, MHUTPAlUI0 KIETOK, YCTAHOBJICHHE OCeil
3apojbllia, CHenu(pUKauio Me30JepMbl, AupPEepeHINANI0 HEPBHOW CUCTEMBI U

OpraHoB YYBCTB, MOp(OreHe3 KUIIKH.

®axtopsl TGF-f BocnmpuHUMarOTCs KJIETKaMU, KOTOPbIE OJTHOBPEMEHHO UMEIOT
CTIeIMaTN3UPOBAHHBIC PELETITOPHBIC MOJIEKYJIBI ABYX TUIIOB (puc. 15-19). Penientop
I-ro Tuna (R1) B uuToniazMaTuueckoM IOMEHE UMEET Tak Ha3biBaeMblii GS ydacTok.
PeuenTop 2-ro tuna (R2) umeer o0aactb, KOTOpas ABISETCSI CEPUH-TPEOHUHOBOM
KHMHa30M. JIurany cBsi3piBaeTcs ¢ penenTopoM R2, uto obecnieunBaeT coeTMHEHNE U C
peuentopoM R1. [Tpu cOmmkeHnn penenTopoB KnHasza perenropa R2
dbochoprnpyeT cepruHOBBIE U TpeOHWHOBBIE ocTaTku GS Ookca penenropa R1.
AxtuBHbIl R1 mprobperaer cnocoOHOCTh HOCHOpUINPOBATH CEPUHOBBIE OCTATKU
KapOOKCHIIbHOU TPYMITEl OekoB Smad, IuTormiazMaTHIecKuX 3 GeKTopoB,

MPOBOJSIIIMX CUTHAJ OT perentopa K saaepuon JJHK.

Beaxkn Smad. CBoe HanmmMeHOBaHWE ceMelcTBO Smad mosyqmsio OT Ha3BaHUs Oejka
Mad Jlpozodpunbr (rem Mothers against dpp) W TOMOJOTMYHBIX OCIKOB Sma
Hemarozsl C. elegans (reHsl sma-2, sma-3, 1 sma-4). DT BBICOKO KOHCEPBATHUBHBIC
OenKu, HacuuThIBaIOUIME B cBoeM coctaBe npumepHo 400 - 500 aMHHOKHUCIIOT,
yuacTByOT B mpoBeneHnn curHana TGF-B/BMP. OcoGeHHO O0oJbIioe CXOACTBO
MEXIy MOJIEKYJIaMH 3TOTro ceMelcTBa Habmonaercs B N-tepmuHansaom (MH1) u C-
tepmuHanbHoM (MH2) nomenax. MH2 noMeH oTBedaer 3a B3auMOJCHCTBUE C
perenitopoM, Torma kak MH1 momen ompenensier cnernuduyueckoe CBS3BIBAHHUE C

JIHK u neratusHoO perynupyet pynkuun MH2 nomeHa.

Pasnuyaror Tpu moakiacca OenkoB Smad. DTo, mpexkae BCEro, aKTUBUPYEMbIE
penienropamu 6enku R-Smad, B Tom wncie, Smad-1, -2, -3, -5, u -8. Bo-BTOpEIX, 3TO0
--- o0mme meauartopHsie, min Co-Smad, K KOTOpPBIM OTHOCSTCS, Hampumep, Smad-4
miekoruraomux W Smad-10 (om xe Smad-4b) Kcenomyca. Hakowen, 3To
aHTaroHUCTUYeckue Wi uHruouTopusie [-Smad (Smad-6 u -7), KOTOpBIE HETaTUBHO
pPETyIHpYIOT CHUTHAJIHMHT, TpenorBpamias QochopunupoBanne R-Smad wumm

oOpa3zoBanue QyHKIMOHATBHOTO KOoMIUTekca Mexkay R-Smad u Co-Smad.
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VY 103BOHOYHBIX M3BECTHBI 0K0JIO 10 renoB Smad. Cnenuduka mpoBeeHUs CUTHAIA
oOycnosiena rpymmoi R-Smad (puc. 15-19). Tak, curmanbl, WHUIUAPYEMbIC
akTuBMHaMu U cobctBeHHO TGF-B ¢dakropamu, y mO3BOHOUHBIX BOCHPHUHUMAIOTCS
6enxamu Smad-2 n Smad-3, Torga xak curHansl BMP npoBoastest uepe3 Smad-1 u
Smad-5. Bce 3T 0GelKM HMMEIOT CJIOXKHYIO TPEXWIEHHYIO CTPyKTypy. OmwH u3
ykazaHHbIX R-Smad Bmecte ¢ 6enkom Smad-4 (Co-Smad), KOTOpBIi sSBIsSIETCS OOIIHM
AJIEMEHTOM JUIsl TIPOBEJCHHS pPA3MYHBIX CUTHAIOB, OOpa3yeT KOMIUIEKCHBIH
TPAHCKPHUIILIMOHHBIN (akTop, rereporekcamep. Takoil komIuiekc, Hanpumep, Smad-
1/Smad-4, B3aumopeiicTByst co crneunpuueckumu cpssbiBatonmmu JJHK Oenkxamu,

BKJTFOYAET SKCIPECCUI0 KOHTPOJIUPyeMoro rena (puc. 15-19).

Tab6amnuna 15._NB. I'omonorn TGF-B/BMP n 6esku
Smad y pa3HbIX ;kHMBOTHBIX (10 A. M. Arias, A. Stewart, 2002)

OBBEKT JIMTAH R-Smad  Co-Smad [-Smad
Caenorhabditis dbl-1 sma-2,-3 sma-4
elegans daf-7 daf-8 daf-3
Drosophila dpp Mad Medea Dad
melanogaster Dactivin Dsma2
ITo3BoHOYHEIE BMPs Smadl, 5,8 Smad4 Smad6
AKTHBHH Smad2, 3 Smad4 Smad?7

CUTHAIMHT TIPH YYaCTHHM aKTUBUHOB HCIIONIB3YETCS IS PEIICHUs pa3HbIX 3aaad. Y
Jlpo3odwiibl, HampuMep, OH HEOOXOIUM JUIS Pa3BUTHS WMAardHAIBHBIX JIUCKOB H
Mo3ra. M3BecTHO, 4TO MpH MyTaluu peuentopa aktuBuHa 1 tuma Baboon (Babo)
PE3KO CHMXKAETCS MHTCHCHUBHOCTH MPONH(Epalii B UMarnHalbHBIX IUCKAaX M TKaHU
MO3Ta JIMYMHKH. YTpaTta GyHKIUU TeHa babo BeneT K rulenn )KMBOTHOTO HAa CTAJIUU
MO3JAHEH TUYMHKU WM paHHel kykonku. [lompoOHo wmccnenoBaHa poib reHa smad?2
Xenopus laevis. Oka3zanocb, yTo Smad2 --- y IINOPLEBON JISATYIIKH OOECIeunBaeT
npoBeaeHue curHanoB TGF-f u akTUBMHOB, HEOOXOMMMBIX JUISI WHIYKIIUHA

JOpCaIbHON Me301epMbl. ['eH smad2 y MbIIIH TakkKe HEOOXOAMM Ui WHAYKIHH
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ME30/IepPMbl M OCYILIECTBJICHUS TaCTPyJALUU. Y TOMO3UTOTHBIX MYTAHTOB smad2

MBIILIK HE 00pa3yeTrcsl BHE3apo IbllleBas YacTh AULIEBOTO IIMIIUHIPA.

Wnt-curnaaunr. CeMencTBO reHOB wnt IUPOKO PACIPOCTPAHEHO B MpHUpoje. I'eHsl
wnt KOTUPYIOT CEKpeTUpyeMble MapakpuHHBIC OENKH, KOTOpbIE HCIOIHSIOT POJb
CHUTHAJIHBIX MOJICKYJI JUIS PEIICHHS CaMbIX pPa3MYHBIX 3a7ad B IMOpHOTeHe3e
KUBOTHBIX. Hampumep, y 3aposasimeli ambuOuii U pbl0 OHM HUCHOJIB3YIOTCA TPH
dbopMupoBaHuu mepeAHe3aaHel ocu (Xwnt-3), mpu crnenudUKAUA BEHTPATHHON
Me3oaepMbl (Xwnt-8), mpu muddepernmanuu mosra (Xwnt-1, Xwnt-8b, zWntd), mis
ocymiectBieHust ractpymsinuu (Xwnt-11, zWnt-11) u np. Ha3Banue cemelicTBa
MIPOUCXOIUT OT HAMMEHOBAHUs HanOoJiee MOJTHO U3YUYCHHBIX €ro MpeaCTaBUTeNeH ---
reHa TMOoJIAPHOCTH  cerMeHToB  Jlpo3odunbsl  wingless, 1  TPOTOOHKOI€HA

MJIEKOITUTAIOIIUX int-1.

W3BecTHBI /1Ba MyTH NMpOBENEHUs cUrHajga Wnt: Tak Ha3bIBa€MbIM KaHOHUYECKUll W
anbmepnamusHoil. Ilpm kaHoHmueckoM cmocobe (puc. 15-20) nurang Wnt
CBsI3bIBAaETCS C TpaHcMeMmOpaHHBIM penentopom Frizzled (Fz) u cmocoGcTByer
HaKOILUICHUIO B KIIETKE [3-KaTeHHUHA. VI3BECTHBI U ApYTUe CIIOCOOBI AKTUBALMU I€HOMA,
B TOM YHCJIE TIOCPEIACTBOM akTuBaruu ¢ocdonumnazel C, nHozutoATpUdOCchaTa u
BbIcBOOOXKaeHust Ca’* (puc. 15-21). Peuenrtop Frizzled ortHocurcs k cemelcTBY
CEMHUWIECHHBIX PELENTOPOB, CEMb JOMEHOB KOTOPBIX HAaXOISATCA B TUIA3MaTHUECKOU
MeMmOpane kietku (puc. 15-22). Ilpum B3auMMOAEHCTBMM C JIMTAHIOM pPELENTOp
aktuBupyer ¢ochonporenn Dishevelled (Dsh). B axkruBHom cocrostHuu Dsh
WHTUOMpYeT aeicTBUEe KuHa3bl riaumkoreHcuHTasbl-3 (GSK-3f) m mpemorBparmiaer,
TakuM o0pa3oM, paspyiueHue B-kareHuHa. [locnenHuil HakamIMBaeTcs B LUTOILIA3Me
pearupyromeil kKietku u BMmecte ¢ Kodakropom Tcf-3 dopmupyer KOMIUIEKCHBIH
TPAHCKPHUIILIMOHHBIA (DAKTOp, KOTOPBIN OOECIEeYMBAET HKCHPECCHIO PErYyIHPYEMOTro
reHa. Hampumep, 3TOT MeXaHHM3M B Cilydae HHIYKIHHU OOPCANbHOU Me300epmMbl
WHULIUUPYET aKTUBHOCTH T'€HA Siamois mmnopueBo Jarymku (cM. ctp. NB). Crnenyet
3aMeTHTb, 4YTO OOBEeIUMHEHHE [-KaTeHMHa ¢ KO(aKTOpOM MHOTJa BBIOJIHSIET
MIPOTHBOMOJIOXKHYIO (DYHKIIMIO, BBI3BIBASI CYNIPECCUIO TPAHCKPUMIUHU (TIOApOOHEE CM.

. 17).

Bckope mocne craguu cpenneit 6mactynsl pyHkiuun Wnt-curnanuara y Kcenomyca
pe3ko m3MeHsoTcsa. Temepb (akrop Xwnt-8 wucmonsdyercs g (HOpMUPOBAHHS

BEHMPANILHOU U T1AMEPATbHOU Me300epMbl, 9TO, BOZMOKHO, 00YCIIOBIICHO MTEPEX0I0M
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Ha HEeKaHOHWYECKUH MyTh CUTHaIMHTA. [Ipu anbTepHATMBHOM NyTH akTuBaims Dsh
OTKpBIBaeT MyTh nuToruiazMarndeckuMm kuHazam JNK wmm SAPK (puc. 15-), a npu
IIPOBEJEHUN  CHUTHAJIa, WHULMHPYEMOM  JuraiaoM  Xwnt-5A,  BO3MOXKHO,

ucnoJb3yercs nporenHkuHasza C.

Beakn cem. Hedgehog (Hh). MHo# npuHUKII JIEKUT B OCHOBE MPOBEACHUS CUTHAJA,
uHunuupyemoro ©Oenkamu Hedgehog. Otum  mapakpuHHble (QakTOpbl —TaKxke
UCTONB3YIOTCA Ul PELIEHHs] IUPOKOro Kpyra BOIPOCOB: OT MAaTTEpPHUHIa HEPBHOU
TPyOKH M COMHUTOB JI0 OOECIE€YeHHs HOPMAIBHOTO TEUYCHMs CIIEPMATOreHes3a, OT
(dbopMHpOBaHHUs JIEBO-TIPABOM ACHMMETPHH Tella M TIepeHe3aqHEeH OCH KOHEYHOCTH
MO3BOHOYHBIX 70 ydacTusi B nud¢epenuuanun 3y6oB u nepseB. Penentopom Hh
ciryxut Oenok Patched, koTopslii siBseTCS HHTETPaIBLHBIM OCJIKOM IIa3MaTHYECKON
MeMmOpanbsl  (puc. 15-23). B HeaktuBHOM coctossuun Patched oxaswiBaeT
UHTUOMpyIollee BIUSHUE Ha JApyro Oemok MmemOpanel --- Smoothened.
Bzanmopneiicteue Hh ¢ penenrtopom pa3bmokupyer aktuBHOCTH Smoothened. B
akTUBHOM coctossHuu Smoothened momaBnsier GyHKIUIO psna (GaxTopoB, KOTOPHIE
pacmerisitor  6emok  Ci (Cubitus  interruptus) ¢ oOpa3zoBaHHeM pemnpeccopa
tpanckpuruu (puc.15-23A). Eciu xe 6enok Ci octaeTcsi B HATUBHOM COCTOSTHUH,
Kak 9T0 mnpoucxonuT mnpu xaeiictBuun Hh (puc.15-23b) , 1O oOH craHOBHTCA
TPAHCKPHUIIIMOHHBIM aKTHBATOPOM, M BKJIIOYAET OJKCIPECCHIO TOTO e TeHa,

aKTUBHOCTb KOTOPOTO perpeccupyercs npoaykrom aerpaganuu Ci.

Topmonsl. Hapsiny ¢ mnapakpuHHBIMH (DakTOpaMu BaXKHYIO pOJIb B Pa3BUTHH
KUBOTHBIX UTPAIOT TaK Ha3bIBaeMbIe 2opMOHbL (OT Tped. Oprdm --- TOOYKIaTh). ITO
--- YHOOKpUHHble TUCTAHTHBIC (DAKTOPHI, BhIpabaThIBACMbIE OpraHaMU BHYTPCHHEU
CEKpEIUH, U PaCIIPOCTPAHSIEMBbIC [0 BCEMY OpraHU3My. ECTECTBEHHO, UTO BKIIFOUCHHE
TOPMOHOB B PETYJSITOPHBIE CHUCTEMBI DPAa3BUTHS MPOUCXOAWT HA CPABHUTEIHHO
MO3/IHUX CTaMsAX, TaK KaK caMO HMX OOpa30BaHWE MPEAINoaraeT JJI0CTaTOYHO
BBICOKMH  ypoBeHb audepeHIuanuu 3apoisia. Pa3nuyarT  nenmuowsie,
AMUHOKUCTOMHbIe W CMepouoHvle TOPMOHBI. K TepBBIM OTHOCSTCS, HampuMep,
TOPMOH pPOCTa; KO BTOPBIM TakKWe IPOM3BOJHBIE AMHUHOKHCIOT KaK THPOKCHUH,
aapeHanmuH. OrpoMHasi polib B Pa3BUTUU >KUBOTHBIX MPHUHAJUICKUT CTEPOUHBIM, B
TOM 4YHCJIE TOJOBBIM ropMoHaMm. Crernuduieckoe BOCHPHUATHE TOPMOHAILHOTO

CHTHaja o0ecIeYnBaeTCsl HaJTHYHUEM peucuTopos. BOI[OpaCTBOpI/IMBIe CHUI'HAJIbHBIC
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MOJIEKYJIbl --- IOJIMNENTHUABI, HEKOTOPHIE NMPOU3BOAHBIE AMMHOKHCIIOT, TaKue Kak
aJipeHaJIMH, B3aUMOJECHCTBYIOT ¢ KJIETKAMU-MHIIEHSIMM TaKXXe KaK U MapaKkpUHHbIE
(bakTopsl --- MOCPEACTBOM pPELENTOPOB, PACIOJIOKEHHBIX Ha IIa3MaTHYECKOU
MemOpane. JInmouipHbIe CUTHAIBHBIE MOJIEKYJIBI, TAKHE KaK CTEPOUIHBIE TOPMOHEI,
TUPOKCUH WJIM PpETHHOEBas KUCIOTa CBOOOJHO TPOHUKAIOT B KIETKY M
B3aUMOJICHCTBYIOT C IIUTOIIA3MAaTHUECKUMH WJIH SIIEPHBIMH PELeTITOpaMu, oopasys
aKTHBHBIC TPAHCKPUNIMOHHBIE (akTopsl (puc. 15-24). PermHoeBas Kuciora ---
akTUBHBIN (akTop MopdoreHesa. OHa UcHoIb3yeTcs NMpU (GOPMHUPOBAHUU MATTEPHA
KOHEYHOCTH, y4acTBYeT B Iu(epeHIalny eHTPaIbHON HEPBHOM CUCTEMBI, IJ1a3a
u 7ap. TUPOKCHMH IIMPOKO HCHONb3yeTcss npu meramopdose. JlaHHble O poiH

CTCPOUIHBIX TOPMOHOB B ICTCPMHUHAIINU T10JIa U3JIOKCHBI B I'JI. 23.

Penenitopbl  TUMOQMIBHBIX CHTHAJIBHBIX MOJIEKYJ TPHHAUIEKAT K OJHOW CeMbe
IUHK(GUHTEPHBIX OenkoB. Komruiekcel, 0Opa3oBaHHBIE CHUTHAIBHONW MOJIEKYJIOW |
IUHK(UHTEPHBIM PELIENITOPOM, OOBEAUHAIOTCS B TOMO- WM FE€TEPOIUMEPHI, KOTOPbIE

Y BBICTYTIAIOT B KAUECTBE TPAHCKPHUIILIMOHHBIX (PAKTOPOB.

HNuTerpanus curHaauHra. BaXHO MOAYEpPKHYTh, YTO OMUCAHHBIC BBIIIE MYTH
MPOBEJICHUS] CUTHAJIOB (YHKIUMOHUPYIOT HE H30JMPOBAHO Apyr OT Apyra. OHu
B3aMMOCBSI3aHbl MEXIy coOoil. Cuia M XapakTep peakiuu KIETKH Ha BHEIIHHE
CUTHAJIbl OINpPEAESeTCS COBOKYIHOCTBIO CYIIECTBYIOIIMX Y HEE MEXaHU3MOB
npoBefeHus: curHanoB. Okazajaoch, YTO OJUH CUTHAJl MOXET aKTUBHUPOBATH
HECKOJIBKO pa3inyHbIX ImyTei. Bo BHyTpHKieTouHOM gomene perenrtopa PDGF (puc.
15-25) umeercs HECKOJIBKO THPO3HMHOBBIX 0cTaTKOB (Y), KOTOphIe ochopmmupyrores
mocie TPHUCOSAWHEHHUS JMTaHJa W aKTUBaUMKU KWHa3bl. Kaxnaelii #u3 HUX
B3aUMOJICHCTBYET € cobcmeeHnviM, cneyuguueckum SH>-0€nKoM, CBSI3BIBAIOLINM
pelenTop ¢ pa3inyHbIMU NYTAMU MpoBelaeHUs curHaia. CIoKHOCTh OTBETHOM
peaKuu KIETKH MOXKET YCUITUBATHCS 32 CUET OBICTPOTO0 BOZHUKHOBEHHUS BTOPUUYHBIX
curHayioB. [lpu m3yuenun skcnpeccun 8600 reHOB yeIoBEKa B CTUMYJIHMPOBAHHOU
CBIBOPOTKON KyibType (uOpoOIacTOB 0Ka3ajaoch, 4YTO KIETKH pPEarupoBaIH
BBIPA0OTKOW CHTHAIBHBIX MOJIEKYJ, KOTOpbIE OOECIeunBaIl WX B3aUMOCHCTBHE
MEXay Cco0oH, T.. Belmn ceb0s KaKk OJJIEMEHThl CHCTEMBI. OTH CJIOXKHBIC
B3aMMOOTHOIICHHUSI, JIeXKAIIUe B OCHOBE MHTETPAbHON PEaKIMH CUCTEMbI, HE Na0T

OCHOBAaHMH ympouiath MpoOJeMy OpraHU3alUU TEHETHYECKOTOo KOHTPOJS Haj
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Pa3BUTHUCM. COBpCMeHHBIC HUCCiIca0oBaTeiIn HmyT KJIIOY K IIOHUMAaHUIO
dhopmupoBaHus pazHOOOpazus U CHEIUPUIHOCTH B IMOPHOHATHHOM DPAa3BUTHH B
MOJIX0/MaX, Pa3BHUBACMBIX KOMOMHATOPUKOW. JlemaroTcsi TMOMBITKH MOCTPOUTH
MaTeMaTUYeCKUE MOJIEIN CETe OMOJIOTMYEeCKOr0 CHUTHajduHTa (MOApoOHEe CM.

Martinez Arias, Stewart, 2002).
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I''IABA 16. ABTOHOMHASA JETEPMUHAIUA

B mpupozne cymectBytor aBa crocoba yrpaBieHus TU(QPepeHIHaTIbHON aKTHBHOCTHIO
T€HOB B OHTOreHe3e Metazoa: asmoHomHblli W 3aeucumviti. B mepBom ciiyyae
muddepeHnranbHas aKTUBHOCTh TE€HOB B pa3HBIX O0NACTAX 3apoAblllia JOCTUTACTCS
TJIaBHBIM ~ 00pa3oM 3a  CYET HEPAaBHOMEPHOTO  pPACHpeleNieHHss B OOLUTE
TpaHCKpUMIUOHHBIX (hakTopoB miu ux UPHK, cuHTE3MpOoBaHHBIX MOA KOHTPOJIEM T'€HOB
MaTepUHCKOIO OpraHM3Ma B MepHo ooreHe3a. Bo BTopom ciydae nuddepeHuanbHas
aKTUBHOCTh T'€HOB YCTaHABJIMBAETCA C TOMOIIBIO MEXKKJIETOUYHBIX B3aUMOJAEHUCTBUM, B
XO0JIe KOTOpPbIX CHUTHajJbHBIE MOJEKYJbI, BbIpaOaThiBa€Mble OIHHUMH KIETKaMH,
B3aMMOJICHCTBYIOT C pEIeNnTOopaMH JPYTHX KIETOK, M MOOYXTAIT TMOCIETHHUE
cnenuUIMpPOBaThCS B ONPEACICHHOM HarpaBieHuu (puc.16-1). [IpuHIMN aBTOHOMHON
cneun(uKauy [IMPOKO HCIONb3yeTcsl MpH (HOPMUPOBAHMM TEHEPAJIbHOIO IIJIaHA
CTPOGHHUS  JKUBOTHOTO, IpH OOpa3oBaHWM OCEH Tela WHIWBUAyymMa. Y MHOTHUX
KUBOTHBIX aBTOHOMHas crenuduKanus JeKUT B OCHOBE (DOPMHUPOBAHHS M YACTHBIX
KJICTOYHBIX CHUCTEM. XOTS y NPEJCTaBUTENICH PA3IUYHBIX (DUIOTEHETHYECKUX TPy
yZAelbHOE 3HaUeHHE aBTOHOMHOM U 3aBUCUMOM CHelM(PHUKAIIMN MOXET BapbUpPOBaTh, 00a

crocoba BCCTZa COCYHICCTBYIOT Y BCE€X MHOT'OKJICTOYHBIX.

16.1. Matepunckue ¢paxkropsl popMupoOBaHUA OCEH 3apObIIIA

B Xxome WHIMBHIYadbHOTO PpA3BUTHA JKUBOTHBIX IMApPaJUICNIBHO C  KJIETOYHOM
cneunpukanmer wu nuddepeHmmanuert, a TaKke Hapsay ¢ (HopMUpOBaHHEM
AHATOMHYECKUX CTPYKTYp, HAauyWHas C CaMbIX pPaHHUX JTaroB, OOHAPYKHUBACTCS
JIOCTaTOYHO CaMOCTOSATENbHAS IIENb MPOLIECCOB, CBsI3aHHASA C (POPMHUPOBAHHUEM OOILETO
iaHa Tena, win (opMmupoBaHue marrepHa (pattern formation, ot anrm. pattern ---
MOJIeTIb, PUCYHOK). B Xxonme ¢opmupoBaHus marrepHa eIMHOE BHa4ajle MPOCTPAHCTBO
3apojbllla TMOJpA3AesieTcs] Ha OrPaHWYEeHHOE YHCIO JIOMEHOB, COOTBETCTBYIOIIMX
OCHOBHBIM 00JIaCTSIM 3apojbiiia. B mporecce pa3BuTHs BO3HHUKAIOT MPOCTPAHCTBEHHO
pasneneHHble, XOTsA, YacTo, W He 000CO0JeHHBIE MOP(POJOTHUECKH, CHUCTEMBI

HGCHCHI/Iq)I/IL[I/IpOBaHHLIX CIIC KJIICTOK, CBOCTO pOJia IOJid, B paMKaX KOTOPBIX HAYT U
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Mop(OreHeTHYeCKHEe MPOIIeCChl, U nuToAu( GepeHanusi. BaxHpIMU 3IeMEeHTaMHU TaKUX
SMOPHOHAIBHBIX  MOJIEH, MPENONPEeNeSIIOIMMI  UX  aHU30TPONHOCTb,  CIIy’KaT
NepeIHe3a HsAs, JOPCOBEHTpalIbHAsA, NPOKCUMOAMCTANbHAs M aApyrue ocu tena. C
MOJIEKYJISIPHO-OMOJIOTHUECKOW TOYKH 3PEHUS, SMOPHOHAIBHBIC OIS XapaKTePU3YIOTCS
TE€M WU HHBIM CTaTyCOM DKCIPECCHH PEryJIATOPHBIX reHOB. POpMHUpPOBAaHUE NMATTEPHA
COCTOUT B TOM, YTO B XOJ€ Ppa3BUTUS B TMPOCTPAHCTBE HSMOPHOHAIBLHOTO TIOJIA
MIPOUCXOJUT H3MEHEHHE Halbopa SKCIPECCUPYEMBIX peryasaTOpHbIX TeHoB. HoBbiit
PEryJATOPHBIN CTaTyC 3TUX CyOCHCTEM OTIMYAeTCs OT CYIIECTBOBABLIETO paHbIlEe, U
CITy>KAT OCHOBOH JUIsl aKTHBALMH TOCJIEAYIOUINX MPOTrpaMM pa3BUTHA. Takum oOpazom,
JKCIpPECCUpyeMble B 3MOPHOHANBHBIX MOJAX (AKTOPBl HApSAY C MaTEpUHCKUMHU
¢dakTopamMM, CHHTE3UPOBAaHHBIMM B IIEpUOJ OOIrEHE3a, CO34al0T IO3ULMOHHYIO
nHpOpPMaIHIO, KOTOpasi HE0OX0AUMa JUI TIPOCTPAHCTBEHHON KOOPAMHAIIMH TPOIIECCOB

pa3BUTHSL.

Havanehbie 5Tambl ¢GopMuUpoBaHUs TMaTTEpPHA 4YacTO CBSI3aHBl C MATEPUHCKUMU
LIUTOIUIA3MAaTUYECKUMH JAeTepMUHAHTaMHU. YacTo mpeaornpeaesieHne 0ceid 3apo/Ibliia BO
MHOTOM OOYCJIOBJIEHO MpOLIECCaMH, MPOUCXOASIIMMU B MPO3MOPHOHAIBHBINA MEPUOI,

T.C. B [ICPpHUOLJ (I)OpMI/IpOBaHI/IH KCHCKHUX ITOJIOBBIX KJICTOK.

16.1.1. Poab MartepuHCKHX (akTOPpoB B (GOPMHPOBAHMHU IepelHe3aqHeill ocH

3apoabieit J[po3opubl.

CoBpeMEHHOE TMOHUMAaHHUE MPHUHIMIIOB ()OPMUPOBAHUS NATTEPHA PA3BHTHUS HACCKOMBIX
OblTI0 3a7okeHo B KoHie 1980-x, mpexnae Bcero, ucciaeaoBaHusMuA Kpuctuansl
Hroccnaitn-®onbxapn 1 Opuka Bucxaysza . OTum aBTOpaM yJIanoch BBIAECIUTH TPHU
TPYIIIBI TEHOB MAaTEPUHCKOTO JCHCTBHUSA, KOTOPhIE OTBETCTBEHHBI 32 PAa3BUTHE MepeIHEN
M 33/JIHe CEerMEHTUPOBAHHBIX O0JIaCcTel, a TaKkKe 3a pPa3BUTHE HECETMEHTHUPOBAHHBIX
TEPMUHAJBHBIX YYaCTKOB Teja --- MEPEAHETr0 aKpOHa M 3aJIHETO --- TEIbCOHA. TpyJsl MO
reHeTuke pa3BuTHs [po3oduibl U, B YaCTHOCTH, HCCIEAOBAHUS, MOCBALICHHBIE POJIU
T€HOB MAaTEPUHCKOTO JeUCTBUS B (POPMUPOBAHUU TJIABHBIX Ocell 3apojbiiia JIpo3oduisl,
npunecnn Hioccnsiin-®@onbxapny u  Bucxaysy B 1995 romy 3Banme naypeatoB

HobGeneBckoit mpemun.
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I'enbl, nerepMuUHUpPYOIME NepeaHIO o0JjacTh Teaa. Cpeau reHoB 'mepenHei"
IpyNIbl BEAYLIYIO pojb MrpaeT reH bicoid. brnaromapss akTMBHOCTH 3TOrO TIeHa B
IUCTONUTAX siiieBor Kamepwl JIpozodwmisr cuaTesupyercss WPHK, koropas mo
LIUTOIUIA3MAaTUYECKUM MOCTHUKAaM TpaHCHOpPTHpyeTcss B Gopmupyromuiics oomur. K
3TOMY BPEMEHH B OOIIMTE BO3HUKAET MHUKPOTPYOOUKOBash CUCTEMa BHYTPUKIETOUYHOTO
TpaHcmopra. JTa  cuUcTeMa CTa0WIM3UpYeTCsl C  IMOMOILNBIO  CBSI3aHHBIX  C
MHUKPOTpYyOOUKaMu OEJIKOB --- KMHE3WHA U JAMHEHHA, KOTOPbIe BMECTE C TEM SIBISIOTCS
TPaHCHOPTHBIMH cpeAcTBaMu. Mcmonp3yst sHepruto  rumaponuza AT®, stu Oenkxu
NEPEMEIAIOT pa3IMYHbIC BELIECTBA M CTPYKTYPBl BJIOJb MUKPOTPYOOUYeK. MoJeKyJibl
KHHE3WHA JIBUXKYTCS B CTOPOHY (+) KOHLIA MHUKPOTPYOOUKH, a MOJEKYJbl AMHEUHA --- B
cTopoHy (-) korHna (puc. 16-2). B oomure [Ipo3oduiasl MUKpOTPYOOUKH OPUEHTHPOBAHBI
TakuM 00pa3oM, 4YTo WX (+) KOHIIBI HAMpaBJICHBl K OyIyIieMy 3aJHEeMy IOIIOCY.
IToaromy Hekoropsie ”PHK, noctynaromue B 0OLUT U3 HUCTOLUTOB, TPAHCHIOPTUPYIOTCS

BI0JIb 3TOH TpaHCHOpTHOI\/JI CHUCTCMBI B ITOJIAPHBIX HAITPABJICHUAX.

B 3' merpanciupyemoii obmactn mPHK”““ ymeercs npa caiita, KOTOpbIE 00J1amaroT
cpoactBoM K Oenkam Exuperantia m Swalow. C momoimpro 3tux Genkos uPHK
MNPUKPEIUISETCS K MOJICKYJIaM TUHEWHA U KOHIICHTPUPYETCs B OJVDKAMIICH K IIUCTOIUTAM
30HE O0OIMTa, Kyaa oOpamieHbl (-) KOHI[BI MHKpOTpyOouek. biaromaps stomy, Kak
BBISICHWIOCH, JaHHAas 00JacTb NMpUOOpETaeT CBOWCTBa MepeaHero KoHma (puc.16-3).
COOTBETCTBEHHO, Ui TPAaBWIBHOTO (OpPMUpOBaHHMS TATTEpPHA TeJa IKUBOTHOTO
HeoOXo/MMa HOpMasibHasi (DYHKIIMS MATePHUHCKHX TEHOB exuperantia u swalow, Torna
KaK MyTalli¥ 3TUX T'C€HOB BBI3BIBAIOT IIIyOOKHEe HapymieHus (popmoodpazoBanus. [locie
omonoTBOpeHus MarepuHckas WPHK““ rtpamcmupyercs, u oGpasyrommiics Oelok
mudPyHaupyeT, co3naBasi NepeaHE3aTHII TPAUCHT KOHIICHTPAIIUI BAOJIb [UTMHHOW OCH
aiina. bemok Bicoid ciy>XHT TpaHCKPUIIIMOHHBIM (DaKTOPOM, O YeM CBHICTEIHCTBYET
KaKk ero CTpyKTypa (HaJIW4he TOMEOJOMEHAa), TaK W €ro saepHas JIOKaJIW3alusl.
MHuIiieHbpI0 TPAaHCKPUIIIIMOHHOTO (haKTOpa CIYXUT TeH hunchback. Bmecte ¢ Tem 0enok
Bicoid o6nazmaer cnocoGHOCTBIO ¢BsA3bIBaTh MPHK | rjiaBHBIA JeTepMHMHAHT 3aIHErO
KOHIIA, W TIPEAOTBpAIIaTh TakuM oOpa3zoMm auddepeHInanuo 3agHUX CTPYKTYp B

nepeaHen o0IacT 3apo/IbIiia.
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B siilax TrOMO3UTOTHBEIX MYTAaHTHBIX caMoOK bcd” Genox Bicoid, ecrecTBeHHO,
OTCYTCTBYET. 3apOJbIIIM, KOTOPHIE Pa3BUBAIOTCSA W3 TAKUX SHIl, HE UMEIOT MEpPEeIHUX
CETMEHTHUPOBAaHHBIX OTNENOB (puc. 16-4). Ecnu B mepeaHio0 00JacTh siifiia, B3sSTOTO OT
caMKM bcd”, TpaHCIUIaHTHPOBATh LUTOILIA3MY MEPEJHETO KOHIA SHIla OT CAMKH JTUKOTO
TUIIAa, TO HOPMAJIbHOE pPAa3BUTHE BOCCTAaHABIMBACTCA. BBeqeHHME IUTOIUIA3MBI SHIIA,
cojepKamieil NpoayKThl TreHa bcd B cpenHioro obmacte suu bed”, dopmupyer
JIBYCTOPOHHUY TpagueHT Oenka Bicoid, HanpaBieHHBIN U3 IEHTPAIbHOM 00MacTu A K
nepeaHeMy Hu 3agHeMy KoHmaM. COOTBETCTBEHHO, pa3BHUBACTCS YPOJJIMBAsl JTHUYWHKA C
MEepeTHUMHU CTPYKTypaMHd B LIEHTPaJbHOM 00JIaCTH M C 3aAHMMH CTPYKTypamu Ha

nosocax siiina (puc. 16-5).

I'enbl, 1eTepMUHHpPYIOIIHE 32AHIOI0 00JacTh Teja. PopMuUpoBaHUE 3aaHEH 00IaCTH
TeJa 3apoblilia CBSI3aHO C aKTUBHOCTBIO T€HOB nanos, oskar, valois, tudor, vasa, staufen
u ap. KmoueBeiM 31ech siBnsieTcss TeH nanos. nPHK"* 3akpemsercs Ha Oymyiem
3aJHEM KOHIE oomuTa ¢ momompio Oenka Oskar. IToctymaromas B oomur uPHK*
CBsI3bIBaeTCs ¢ OenkoM Staufen, KOTOpBIM cOeqUHSIETCS C MOJEKYJIaMU KHHE3WHA U TI0
TPAHCIOPTHON cHUCTEME MHUKpPOTpPyOOdeK mepememniaercs K ux (+) KOHILaM, co3aaBast
31ech MPEANnochkulku (popMupoBaHus Oyayiei 3amHel oOmactu 3apoapima (puc. 16-6).
Tpancmsus uPHK**" co3naer 31ech BRICOKYIO KOHIIEHTpanuio Oenka Oskar, KoTopblii
cs3biBaeT UPHK", ciocoOcTBys ee Hakomnenuto. Ilocne omnogorBopenus nPHK"*
TpaHCIUpyeTCs, W oOpa3yronuiics Oernok Nanos, KOTOPBIM CIIY)XKHUT HEraTUBHBIM
TPAHCKPHUIILIMOHHBIM (pakTopoM reHa hunchback, 3akpbIBaeT MyTh Pa3BUTUSL CTPYKTYP

T'OJIOBHI.

I'enbl, JgeTepMuUHMpYIOLIME TepPMHHAJbHbIe HeCerMeHTHpyeMmble  00J1acTH.
TepmunanbHasg rpynmna TeHOB IpeACTaBI€HAa TI'eHaMu torso W ftorsolike. T'en torso
JKCIIpeEcCCUpYyETCs B IUCTOLMTAX, cooTBeTcTBYoImas nPHK Tpancnoptupyercs orcrona B
OOIIHT, ¥ MOCIIE TPAHCIISAIMH JaeT OEJIOK MIa3MaTHIeCKO MeMOpaHbl, THPO3HHKHHA3HBIH
penenTop torso, KOTOPBI paBHOMEPHO paclpesieieH M0 MOBEPXHOCTH sifna (puc. 16-7).
I'en torsolike sxcipeccupyercst B KJIeTKaX (OJUTUKYJISPHOTO SIHUTENIHS, PACTIOI0KEHHBIX

B TOJISIPHBIX 00JACTAX OOLIMTA, T.€. B yYaCTKaxX, IPUMBIKAIOIIUX K OyIyIIUM MEepeaHEMY
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Y 33IHEMYy KOHIIaM oonuTa. (puc. 16-8). AKTUBHOCTh STOTO T€HA CBS3aHAa C BBIPAOOTKOM
cekperupyemoro Oenka torsolike, KOTOpBIH SBIISETCS JIUTAHIOM, B3aUMOICHCTBYIOIITUM C
perienTopoM torso. OTO B3aUMOJCHCTBHE UMEET CBOMM PE3yJIbTaTOM akTuUBanuio MAP-
KWHA3bl B TOJSIPHBIX KIIETKaX OJacTolepMbl, 4TO, B KOHEYHOM CYETe, NMPHBOIHUT K
aKTUBAIlUU TPAHCKPHUIMIMU TEHOB tailles w huckebein. TpaHCKpUTIIUA OSTUX TEHOB
MHHUIMKPYET TPOIECCHl, CBA3aHHBIE C pa3BUTHEM TeiabcoHa. Hamuume Oenka Bicoid

MOJH(HUIMPYET ITH MPOIIECCH TaK, 4TO (hopMHpyeTcs akpoH (puc. 16-9).

16.1.2. Poap maTepuHcKHX (paKTOPOB B crnenuuKanvs JAOPCOBEHTPAJBHON OCH

3apoasbima JIpo3oguibl

bonee 10 reHoB  MaTepWHCKOTO  JIEMCTBHS  Y4YacTBYIOT B  crenudukanuu
JOPCOBEHTpAJIbHONW OocH 3apoabima Jlpo3oduisl. ITo --- NPOTSKEHHBI BO BpPEMEHH
npouecc. OH HauMHaeTcs B TMEpPUOJ OOrEHe3a, M 3aBepulaeTcs YxXKe Iocie
OIJIOIOTBOPEHUS, Ha cTaaud (OpMHUPOBaHMS ONacTOAEpPMBI, B TeueHue 14-ro
KJIETOYHOTO IMKJIa. Bo Bpemst ooreHesa B LMCTOLUTAX SKCHpPECCHpyeTcs reH dorsal, n
cootsercTByIomas nPHK*"* papaomepHo pacnpenensercs mo oouuty. [IpuMepHo uepes
1,5 ywaca mocne OmIOAOTBOpEHUs cHHTe3upyeTcss Oenok Dorsal, KoTopsiii sBIsieTCs
TPAHCKPUIIIIMOHHBIM  (DAKTOpOM, HEOOXOTUMBIM JUIsl CHenUu(HUKAIMA BEHTPATIbHBIX
CTPYKTYp 3apojblllla, B YacTHOCTH, ME30J€pMbl U HEUpaAIbHON OSKTOJAEPMBI.
[TepBonauanbao G6enmok Dorsal paBHOMEpHO pacmpenesieH Mo 3apOAbIIly U HAXOJUTCS B
WHAKTHBUPOBAHHOM COCTOSIHWH, TOCKOJIBKY OH cBsi3aH ¢ Oeinxom Cactus. AKTUBAIus
TpaHcKpunuuoHHoro (aktopa Dorsal mpoucxomuT numb B BEHTPalIbHOW o0O0JacTu
3apojblima, rae WHakTUBUpyromui Oenok Cactus Qochopunupyercs, mocie 4Yero
komruiekc  Dorsal/Cactus  auccoummpyer, u Dorsal mnpuobperaer BO3MOXXHOCTD
BBITIONHATh (QYHKIUIO TPAHCKPUIIIUMOHHOTO (akTopa. ACHUMMETpUYHAS aKTHUBAIUSI
TPaHCKPUIIMOHHOTO akTopa Dorsal mocturaercs IOBOJBHO CIOXKHBIM IyTEM,
TpeOyIoUMM 3HAaYUTEIbHOr0 BpeMeHu. [Ipexae Bcero, nmo mepe GopMHUpPOBaHHS OOLMTA
€ro sAJIpo MepeMeIaeTCs B MepelHe-10pCaabHOM HampaBieHUuu. [103ToMy TpaHCKpUNTHI
reHa gurken W COOTBETCTBYIOIIME MPOIYKTHI TpaHcsiuu (6emok Gurken u3 cemeiicTBa
SAMUAECPMANBHBIX (PAKTOPOB pocTa), ACUMMETPUYHO KOHIIEHTPUPYIOTCS Yy OIHOH,

Oyaymield cnuHHOW, cTOpoHBL [locie BbIBeJEHHUS JHMraHAa BO BHEUIHIOI CPEay OH
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B3aMMOJICHCTBYET C penentopaMu (GOJUIMKYISIPHOTO SIUTENUs, MPEICTAaBICHHBIMU
oenxom Torpedo. AKTHBAIHS STHX PEUENTOPOB BEAET K MOJABJICHUIO IKCIIPECCHU T€HA
pipe B KiIeTKax (OJUTHKYJISIPHOTO DIHUTENHS, COCSICTBYIOIUX C OyIymiel nopcaabHON
cTopoHoil sinia (puc.16-10). B pesympraTe sToro 6emok Pipe oOpasyercss TOJNBKO Ha
MIPOTHBOIOJIOXKHOK cTopoHe. Hamnuue dakropa Pipe sBisieTcss 0aHON M3 MPEANOCHUIOK
3aIycKa Kackaja CEpPHHOBBIX MPOTEa3 B MEPUBUTEIUTMHOBOM MPOCTPAHCTBE silia. DTOT
Kackaa mpexacrapieH oenkamu Gastrulation defective, Snake, Easter u np. B pe3ynbrarte
AKTUBHOCTH TIPOTEa3, B KOHIIC KOHIIOB, B TIEPUBUTEIUNIMHOBOM MPOCTPAHCTBE 00pasyercs
akTuBHBIN nuraHn Spa(NB-aumlaut)tzle (puc.16-11). B3aumoneiictBue mocnenHero c
penienitopoM Toll Ha cragum dopmupoBaHus OacTonepMbl BeAeT K 0Opa30BaHHMIO B
KJIETKaX MPe3yMITHBHON BEHTPAJIbHOW 00JacTh MpoTerHKrHAa3bl Pelle. Dta nporenHasza
obecnieunBaer QochopmwiupoBanne Oenka Cactus ¥ JUCCONMANMIO KOMIUIEKCA
Cactus/Dorsal ¢ BbICBOOOXIeHHEM TpaHCKpUNImoHHOro (akropa Dorsal (puc.16-12).
ITocnenHuii MOCTymnaeT B siipa BEHTPAJIbHOM CTOPOHBI 3apOJBIIIA U aKTUBUPYET I'€HBI,
OKCIPECCHsi KOTOPBIX HeoOXoauMma JUIlsl CHelu(HKanud HEWPOTCHHOW HSKTOICPMBI
(rhomboid) wn wme3onepmbl (twist, snail). OJHOBPEMEHHO OJIOKUPYIOTCSI T'€HBI,
HANpPAaBISAONIKE crienuUKamio TopcaabHON dKTonepMbl (folloid, decapentaplegic) n

AKTOJIEPMBI aMHHUOHA - cepo3bl (zerknu(NB-uumlaut)/t) (puc.16-13)

16.2. MaTepuHckue GakTOpPbI JeTEPMUHANUM KJIETOYHBIX JUHHUI

ABTOHOMHas cnenupuKanys, 00yCIIOBJIEHHAS 0cO0BIM IIPOCTPAHCTBEHHBIM
pacnpeseieHneM MaTepUHCKUX IUTOIIa3MaTHUYecKuX (PakTopoB B sifiie, oOecrieunBaeT
pa3BUTHE  pa3HOOOPA3HBIX  3aUaTKOB  ONUJCPMAJIbHOW,  JHTOACPMAIBHON U
Me3oZepMaibHON mpupoasl. OrmnpenenaeHre CyIb0bl KIETOK 3apojbllia C HMOMOIIbIO
MaTEepUHCKHX  (DaKTOpPOB, COAEpXKAIUXCSA B  IHUTOIUIA3ME  OOIUTa,  IIUPOKO
pacmipocTpaneHo B mpupoje. KiaccmyeckuM mpuMepoM poiid 3THX (aKTOPOB MOXKET

CILyKHUTb IE€TePMUHAIUS IEPBUYHBIX MOJOBBIX KJIETOK (cM. raBy 1, Tom 1).

Martepunckre ¢GakTopbl UHOTAA UCHOIB3YIOTCS HE 7S Crenu(UKALNUNA T€X WIH UHBIX
KJICTOYHBIX TUIIOB, a4 IAJId YIPaBJICHUA MOp(i)OFGHCTI/I‘-ICCKI/IMI/I mnmponcccamMu. Haan/IMep,
O0eok Xoom IIMOPIEBON JIATYIIKH Xenopus, KOTOPBIM CHHTE3UPYETCS B TEPHOJ

O0rcHe3a U COXpaHsACTCA B Cy6K0pTI/IKaJII>HOM CJIoOE aHWUMAJIBLHOM ITOJIOBHHBI oonuTa, B
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nepuon IIpOGJ'IeHI/IH nomnagact B NpPC3yMITUBHBIC 3KTOACPMAJIBHLIC KIICTKHU 3apObIlia.
Xoom cBsi3aH ¢ MEMOpaHaMH KJIETKH M KaKUM-TO 00pa30oM 00ecCTieunBaeT racTpyJIsIUIO.
[Tpu wHakTHBaiMK Oemka X0om C MOMOIIBI0 COOTBECTBYIOIIETO aHTUTEIA HAOJIOIaH

pa3zHoO00pa3Hble HAPYIIEHUS raCTPYJISALNU, B YACTHOCTH, 33JI€PKKY AIHOOIHH.

[IpencraBnerne 0 TOM, YTO y HEKOTOPHIX >KMBOTHBIX MPEIOINPENEICHUE CYAbOBI
6J1aCTOMEPOB MPOUCXOIUT HAa PaHHUX 3Tanax pa3BUTHSA, CPOPMHUPOBATIOCH YXKE B KOHIIE
XIX cTonerus Ha OCHOBAaHMHM MOP(OIOTUYECKUX U IKCIIEPUMEHTAIBHBIX MCCIIEIOBAHUM.
Hanpumep, nzyuenue Mop(oioruu paHHero pa3BUTUSL aHHEIU U MOJUIFOCKOB IT0Ka3alo,
YTO BCE TIOTOMKHM HEKOTOPbIX OJIacTOMEpPOB HMEIT OJUH M TOT K€ THII
middepeHnranyy. BO3HUKIO NpennonokeHue, Y4TO TaKOro poja KIOHOOOpasyromue
OnacTomMepbl BO3HHMKAIOT IPHU MONAJAHUU B HUX cHelM(UYECKON LUTOMIa3Mbl silla.
DOKCIIEPUMEHTAJIBHO NPOBEPUTH 3TO MPEANOJIOKEHUS MOXKHO OBLJIO B OMNBITaX IO
U30JSIUM U TOCIEAYIOIIEM KyJbTHUBHpPOBAaHUU OsiactomMepoB. (Oka3anoch, 4YTO
M30JIMPOBaHHbBIE 01aCTOMEpPHI JEHCTBUTENIEHO BO MHOTUX CIIydasX JAarOT TE XK€ 3a4aTKHu,
YTO U IIPU HOPMAIBHOM DPAa3BUTHM B COCTaBE LIEJIOCTHOM CHCTEMBI. JIpyro moaxon K
IIPOBEPKE HTOM THUIOTE3bl COCTOSI B Ppa3pyLIEHMH HEKOTOPbIX OJacTOMEpPOB MU
HaOJIOIGHNH, KaKhe CTPYKTYpbl HE 00pa3yloTcsl mocie 3Tod mpouenypsl. M1 B 3Tom
cllydae O0Ka3ajoCh, 4YTO YMEpILIBJIECHUE KIOHOOOpA3ylOIMUX OJIaCTOMEPOB, WM

Ten00J1aCTOB, BEJIO K HEIOPA3BUTHIO COOTBETCTBYIOIIMX YaCTEH 3apoIbIliia.

Pacrnipenenenue u nokanu3anus MUTOIUIA3MATUYECKUX cieNU(PUIUPYIOMUX HAKTOPOB MO
pa3HbBIM 30HAM SHIA MPOUCXOJUT HE TOJIBKO B TIPOLIECCE OOreHe3a, HO W MOCie
OTUIOZIOTBOPEHUS B XOJI€ TaK HA3bIBAEMOU oonazmamuyeckoul ceepecayuu (puc. 16-14).
Mexanu3mbl mocienHei pazHooOpasHbl. [lHpoko uCHONB3yIOTCS BHYTPUKICTOUYHBIC
CUCTEMBI TpaHCIIOpTa, 0Opa30BaHHbBIC OEKaMU IIMTOCKENIETa U IPYTUMH CIIEIMATIbHBIMU

OeKkamu.

Acummerpuunoe pacnpenenenue UPHK, cuHTe3npoBaHHBIX B XOJ€ OOTeHe3a, MEXKIY
Omacromepamu  JApOOSIIErocss — sdIa  MOXET  TNPOUCXOAWTh W Onaromaps
MPEUMYIIIECTBEHHOMY CBsi3bIBaHUIO 3TUX PHK ¢ MarpukcoM oaHON U3 IBYX LIEHTPOCOM

kietku. Hanpumep, y mommtocka [lyanassa obsoleta B mepuon IpoOJieHUs IPOUCXOTUT
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aCUMMETPUYHOE PpaCIpEle]ICHUEe HEKOTOPBIX MATEPUHCKUX LUTOIIA3MAaTUYECKUX
(hakTOpoB, yuacTByOImHMX B (popmMupoBaHUM maTTepHa 3apojsima (puc. 16-15). Cpenu
stux ¢akropoB marepuHckue MPHK renoB Eve, Dpp, u Tld. T'en Eve, BeposiTHO,
ydacTByeT B (OpMHUPOBAHMM INepeAHe3aaHei ocu Tena. ['eH Dpp BXOIUT B COCTaB
cemeirictreBa BMP. Tid xomupyer cekpeTupyemylo TpoTeasy, KOoTopas, Kak
npeanonaraercs, iy utr moaudukaropom Dpp. B cuily Kakux-To (yHKIIMOHAIBHBIX
pasnuuuii MeXay LEHTPOCOMaMH KJIETKH, OJIHY M3 KOTOPBIX CIEAyeT, BUAMMO, CUNTATh
MaTepUHCKOW, a Apyryro --- aoudepHel, ykasanHele MPHK nepen nawanom npenenus
ApoOJIeHUsT aKKyMYJUPYIOTCSI B MEPHIIEHTPUOJIIPHOM MATPHUKCE JHUIIb OJHOW W3 HHUX.
[Mosauee, wPHK®* wu 1pyrue mocTymaloT B KOPTHKAILHYHO 00JAaCTh KIETKH,
pacmoyoKeHHYI0 ONu3 HEHTPOCOMBI, TAe W (PUKCHUpyEeTCs M0 3aBepIlCHUs AeNIeHUs
npoonenusi. IlepBast ¢aza --- akkymymnsiuss UPHK Ha omHOW W3 meHTpocoMm ---
00yCIJIOBJIEHa aKTHBHOCTHIO TYOYJIMHOBOM CHCTEMbl BHYTPUKIETOYHOTO TPAHCIOPTA.
Bropas ¢aza --- cocpenorouenne nPHK B kopTtekce onHoOW U3 OyAymux TOYEpHUX
KJIETOK --- CBSI3aHAa C aKTWHOBBIMH MuKpodwmiamentamu (Lambert, Nagy, 2002). Takoe
HepaBHOMepHoe  pacmpezaeneHue  marepuHckux  UPHK  mocne  tpancnsuuun
COOTBETCTBYIOIIUX OEJIKOB --- TPAHCKPHIILMOHHBIX (PAKTOPOB, €CTECTBEHHO, BBI3BIBACT

mudpepeHInaTbHY 0 aKTUBHOCTH TEHOB.

Ponp psna TEHOB MAaTEpPHHCKOrO JEHUCTBUSA B ACHUMMETPHUYHOM  DPACIPEACICHUHU
IIUTOIUIa3MAaTUYECKUX JETePMUHAHT Obula wuccienoBaHa y Hemaroabl C. elegans.
BoisiBneHo 6 TE€HOB par, MyTalliM KOTOPBIX HAapyIIAIOT MOJISPU3ALMIO 3apojbllia B
nepuosl ApoOneHusi. IIpoayKTsl reHOB par-1 (CEpUH-TPEOHHHOBAs KUHa3a) U par-2
(Oeok HEeM3BECTHOM  TPUPOABI) JIOKAJIM30BaHBI B KOPTUKAJIBHON 00JNACTH 3agHEl
MOJIOBMHBI oomuTa. benok  par-3 cocpenoTrodeH B KOPTEKCE NEpPEaHEN IMOJOBHUHBI.
HccnenoBanre MyTaHTOB 10 3TUM IeHaM OOHAPY’KUIIO, YTO T€HBI par, HEOOXOIUMBI JUIs
MIPaBWJIBHOTO PACIOJOKEHUS MUTOTHYECKOIO BepeTeHa B Mepuoja JApoOJeHUS U
Cerperaluy TOJSAPHBIX IpaHyJl B KJIETKax MOJOBOW avHMH. OKa3aloch TaKkke, 4YTO
MyTallul  par  BEeOYT K  CHeUU(PUYECKUM  HAPYLICHUAM  pacupeieNCHHs
TPAHCKPHUIIMOHHBIX (akTopoB skn-1, glp-1, mex-3, ywyacTByrommx B cnenudpukanuu

KJIETOYHBIX JINHUK HematoAs! (puc.16-16).

45



16.2.1. OomiiazmaTuyeckasi cerperanus M (POPMHPOBAHHE KJETOYHBIX KJIOHOB Yy

Spiralia.

Brigaromuiicss aMmepukanckuid sMOopuosior u nurosor . Bumicon (1856 - 1936) mpoen
OTIBITHI IO M30JIALMK OJacToMepoB Mosuttocka Patella na ctanuu 16-u kinerok (Puc. 16-
17). Wzonsums OnacToMepoB aHUMAaJIBHOTO IOJYIIAPHs, KOTOPHIE NPH HOPMaIbHOM
Pa3BUTHM JaBajM Kaxaas YeThIpe PECHUUYHBIC KJIETKU MPOTOTPOXa, MoKaszasa, YTo ITH
KJIIETKH COJIEp)KaT BCIO HEOOXOAuMYI0 HH(POPMAINIO, HEOOXOIUMYIO HE TOJIBKO IS
OCYIIECTBICHHS MacCUPOBAHHOTO LMJIMOTE€HE3a, XapaKTEPHOTO JUIS 3TUX KIETOK IPH
HOPMAJIbHOM Pa3BUTHHU, HO M (PAKTOPBI, KOHTPOJIUPYIOIINE YHCIO KIETOYHBIX JICICHUH,
1OCJe  KOTOPBIX TIPOUCXOMUT TepMHUHAJbHas auddepeHnmanus. AHaJIOTHYHBIC
pe3ynpTaThl  ObUIM  TOJIy4eHbl M TOpU  M30siuMu  OmactomepoB  1q2
[IECTHAIIATHKIIETOYHOTO ~ 3apOoJbllia  TONHUXEeThl  Nereis (34ech (  O3HAYaeT
MPUHAUISKHOCTh K JI000OMYy U3 KBagpaHToB, T.e. a, b, ¢ wuimn d). IloTomku
M30JIMPOBAaHHBIX ~ OmactromepoB 1ql, kak W T1pu  HOPMAJIbHOM  pa3BUTHUH,

muddepennmpoBanuck kak ceHcopueie kietku (Puc. 16-18, Costello, 1945).

VYnanenue Mukpomepa la y BOCBMHKIETOUHOTO 3apojbliia Mojuttocka Illyanassa
NPUBOIMWIO K 0Opa3oBaHUIO JUYMHKH O€3 JeBOro Trja3a. YJaJlleHHe y TaKoro e
3apojplllia MUKpoMmepa lc Beno K HeAOpa3BUTHIO TIpaBoro riasza (puc. 16-19). Ha
OJIUTOXETaxX OBbUTM  BBIIOJIHEHBI  JKCIIEPHUMEHTBI, B  KOTOPBIX C  ITOMOIIBIO
yIbTpaduOIECTOBOrO 00IyUYeHUs YMEPILUBISUIN T€ I UHbIe 61acToMepsl. Ecian youBamu
npousBogHbie Omactomepa D (2D, 3D, 4d), To y 3apoppliieii He pa3BUBAIKCH
Me3oziepMaibHbie opranbl. Eciam ymepmBisuim 6mactomep 2d, To HE (HOpMUPOBAIHCH
OKTOJAEPMANIbHBIE TIOJOCKH. OKTOJIEpMallbHble OpraHbl B O3TOM CIlydae BCE IKE
pPa3BHBAIMCH 33 CUET APYTHX HCTOYHUKOB, YTO CBUICTEILCTBYET 00 ONpEACIICHHBIX

PEryJIATUBHBIX BO3MOXHOCTX (Penners, 1938).

Becbma JeMOHCTpaTHBHBI ONBITHI [0 YAAJICHHUIO TOJSIPHOW JIOMACTH 3apOJIbIIICH
MOJUTIOCKOB. B Xome apoOnenust HekoTOpbix OproxoHorux (Illyanassa, Nassa) wnm
JIOTIATOHOTHX  MOJUTIOCKOB  (Dentalium) miepen TIEpBBIM  JeJIEHUEM  JAPOOJICHUS

MIPOUCXOIUT 000CO0JIEHNE IUTOIIa3Mbl BET€TaTUBHOTO MOJIYIIAPHS B BUJE MIAPOBUIHOM
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JIOMIACTH, TAK YTO 3aPOJBIII MPHUHUMAET XapaKTepHyIo GopMmy TpuiaucTtHuKa (puc.16-20).
Ota jonacTh 1ocie AEJICHHs MCUe3aeT, TaK KaK ee LUTOoIIa3Ma MOCTyNnaeT B OacTomep
CD. Jlonacte BHOBb 000CcO0JIsieTCsl Iepel BTOPBIM U TPETbUM JieJIeHueM. B KoHeuHOM
cuere, ee MaTepuain momagaer B Omactomep 1D, a 3atrem B Omactomepsr 2d m 4d. D.
Buicon yapansn nonsipHyro jonacte y 3apopsiia Dentalium Ha cTaguy TPUJIMCTHHKA.
HecmoTtpst Ha TO, 4TO ApOOIIEHHE 3aMETHO HE M3MEHSIOCh, HOpMajbHasg Tpoxodopa He
pa3zBuBanack. dopmupoBasiack ypoanuBas JIMYMHKA, JIMIIEHHAs MbILIL, HOTH,
pakoBUHHON kene3bl (puc.16-21). AHanoruvHble HApyIICHUS MPOUCXOIWIA U TOCIe
ynanenus 6aacromepa 4D. Ha ocHOBaHMHM 3TUX SKCIEPUMEHTOB BUIICOH Mpeanonoxu,
YTO ULUTOIUIa3Ma I[IOJIAPHOM JIONACTH COAEPXKUT MeE30/epPMajbHbIC JETEPMUHAHTHI,
JIOKaJIM3alMsg KOTOPBIX B BETETAaTUBHOW IUTOIUIA3ME MPOMCXOJUT BCKOpE IMoOCie
oriotoTBopeHus. Kak nokazanu najabHeHIINEe ONbIThI, MpeAnogaraéMble 1eTepPMUHAHTSI,

MO-BUIUMOMY, CBSI3aHBI ¢ KOpTekcoM sia (Van den Biggelaar, 1977).

VY nusiBku Helobdella triserialis 6nacromepsl A, B u C, oOpasyromyecs nociae BTOpOro
JeneHust IpoOIeHNs, Aal0T Havalo 3KTogepme (MUKpoMmepsl la - 1c, 2a-2¢) u sHTOAEpME
(maxkpomepsl 1A - 1C). B 6macromep D momanmaer menonnazma, Haaudue KOTOPOH Y
NOTOMKOB D J1eXHUT B OCHOBE 00pa30BaHUs Ten00JIacTOB pa3HOM mpupoasl. C Kax1oi
CTOPOHBI 3apojblllia 00pa3yeTcss Mo MATh TenobsactoB. Temobmacter M cTaHOBSATCA
CTBOJIOBBIMH  ME30JIepMaIbHBIMM  KJIETKaMM, JAEJI€HHUA KOTOPHIX JaeT IOJIOCKY
me3onepmbl. Tenmobnactel N, O, P, Q maioT MOKpPOBBI M HEPBHYIO CHCTEMY, U TaK¥Ke
00pa3yroT KJIETOYHBIC MONIOCKU (puc. 16-22), KOTOpBIC BIOCIEACTBHH CETMEHTHPYIOTCS.
[IpyuHIMNMAIBHO TakWe K€ TeIo0JacThl --- TO-pa3HOMY cHelHU(UIUpOBaHHbIE
CTBOJIOBBIE KJIETKM, JalOUIME HAyalo KIETOYHBIM IIOJIOCKaM, OOpa3yloTcss U Y

MaJIOIIETUHKOBBIX YE€pPBEH.

16.2.2. OomiiazmaTuyeckasi cerperanus M (POpMHPOBAHHE KJECTOYHBIX KJIOHOB Yy

Caenorhabditis elegans.
Cerperaum[ OUTOIUIASMATHYCCKUX ACTCPMUHAHT OOLMTA 110 6J'IaCTOM€paM IMPOUCXOUT B

nepuos apoOieHuss u y Hematonel C. elegans. Yke Ha CTaaud 4YeTBIPEX KIETOK

TpaHCKpHUNIMOHHBIE (akTopsl skn-1, pal-1, pie-1 pacnpeneneHsl Mo pa3HbIM KJIETKaM,
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npenonpenenss paHHee (HOPMUPOBAHHME PA3TUYHBIX KIETOYHBIX KJIOHOB (puc. 16-23)
®axTop skn-1 HeoOxoaum 1151 0Opa3zoBaHMs CTBOJOBBIX KJIETOK HECKOJIBKUX KIETOUYHBIX
JTUHUHI, KOTOpble BO3HHUKAIOT U3 Onactomepa EMSt. Ha craguu 8 knetok ob6ocobmsiercs
omactomep E, nmarommii Hagayio 3HTOAEpPME, a Ha ctaauu 32 --- Omactomepel M u St,
CTBOJIOBBIE KJIETKH JMHHHM ME30epMaNbHbIX KiIeTOK (M), U IMHUU KJIETOK CTOMOJieyMa
(St). Y KUBOTHBIX, MyTaHTHBIX IO TeHY skn-I, pa3BUTHE COOTBETCTBYIOIIUX KJIETOYHBIX
JMHAN TOJIaBJICHO, H BMECTO HHX O00Pa3yIOTCsl HKTOJEPMANBHBIC KIETKH, KOTOPHIE TPU
HOpMaJbHOM pa3BUTHH oOpa3yroTcs u3 6mactomepa C. B orcyrcTBuuM (hakTopa pie-1
OJOKHMpYETCsl pa3BUTHE KIIETOK IOJIOBOW JIMHUM U OJIaCTOMEp, COOTBETCTBYIOLIUH IO
noyiokeHuto Omacromepy P2, ummeer cyanOy Omacromepa EMSt. ®aktop pal-1
HeoOXOaUM I pa3BUTHUS AKTOAEPMBL. B ero orcyTcTBMM mpu AeleHHH OracToMepa
obpasytorcs nBe kinetku P3, a He 6mactomepsl C u P2, kak npu HOPMaIbHOM pa3BUTHH.
Koneuno, Ha3BaHHbIE TPaHCKPUIIIMOHHBIE (AKTOPHI HE SIBISIOTCS HENOCPEACTBEHHOMN
OpUYMHOW TOW WM uHOM crnenudukarmu. OauH u TOT ke Qaktop skn-1 BakeH mns
Pa3BUTH U ME30JepMBI, M SHTOACPMBI. PeanbHas cnenmdukanusi KIETOK MPOUCXOAUT
MO37HEEe U, BO3MOXKHO, MPU YYaCTHH HHBIX MEXAaHHM3MOB, BKIIOYas MEXKJICTOYHBIC
B3auMOJIeHCTBUA. Ponb ¢hakmopoe panmneli demepmunayuu coCmoum 6 mom, u4moovl
UHUYUUPOBAMb 6 KIemKe-pOOOHAUANbHUYE MAKVIO NPOSPAMMY DPA36UMus, Komopasl
obecneyum y NOMOMKO8 IKCHPECCUio OnpeoesieHHO20 Habopa 2eHo8 U 6blpabOmKy
MPAHCKPUNYUOHHBIX (PAKMOPO8, HeoOX0OUMbIX O ONpeoeneHuss Ux OKOHUAMENbHOLUL

Cyob0bi.

16.2.3. ABTOHOMHBIe (aKkTOpPbl CcHeHH(PUKANUH ISHTOACPMAJBHOIO 3a4YaTKa

HIJIOKOKHUX M ACIIUIMIA.

VY aciuauii cyap0a OONBIIMHCTBA OJACTOMEPOB 3apofbllla IMPEJONpeAeicHa Iepen
ractpyisuueit (puc. 16-24). bnaromaps HaaMYUI0 MaTEPUHCKHUX CHELU(UIHPYIOIUX
¢dakTopoB yxe Ha cTaguu 32-X O1acTOMEpOB B PAa3HBIX O0JACTSX 3apojbllia
HaOmonaeTcst qudepeHranbHas IKCIPECCHss MHOTMX 3UTOTHYECKHX I€HOB, CBSI3aHHAsI
co crienuduKanmen KIeTok. B cooTBeTCTBUH ¢ JIOKaIM3alue SKCIPECCUN pa3InyaroTCs
TpH Tpynmnbl "paHHUX" reHoB. OAHY IpyIIy COCTaBJISIOT I'€HbI, aKTUBHOCTh KOTOPBIX

MpOosBIIsIETCS TOBceMecTHO. Jlpyrasi mpejacraBieHa TeHaMH, TPAHCKPHUIIHS KOTOPBIX
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MIPOMCXOUT TJIABHBIM 00pa3oM B aHUMaJILHOM monymapuu. Hanpumep, B Gacromepax
AaHUMaJbHOTO  TONyIIApusi  ---  TPEAINISCTBEHHUKAX  JMUIACPMAIBGHOW  JIMHUH
skcrpeccupyercs reH HrHesl 1, romonoruunsiii reny hairy JIpozodumnsl. (Tomioka M.,
Miya T., Nishida H. 2002; Miya T., Nishida H. 2002). Hakower, Tpetbsi Tpymma
NpEJCTaBlIeHa TEeHaMH, KOTOpble OOHAPY)KUBAIOT CBOK AaKTHBHOCTH JIMIIh B
BEreTaTUBHON oOyactu 3apozsima. [1aTe map O61acToMepoB-NPEANIECTBEHHUKOB THHUU
SHTOJEPMATBLHBIX KJIETOK B TIEPHOJ APOOJICHHS SKCIPECCHUPYIOT TOME0OOKC-
conepxkamnii reH Citif I (Ristoratore et al., 1999). HaubGonee momnHble naHHBIE O
TeHETUYECKUX MEXaHM3MaX CHEIU(PUKAIMN B HACTOSIIEE BPeMs UMEIOTCS B OTHOLICHUU

KJIETOK MBIIIICYHON JIMHHH.

Y BTOPHYHOPOTHIX JKUBOTHBIX, KaK OCCIIO3BOHOYHBIX, TaK M TIO3BOHOYHBIX, CpPEIH
MaTEpPUHCKHUX (PAKTOPOB, YUYACTBYIOIIUX B paHHEH crenu(UKAUKA 3apOJbIlia, BaKHYIO
ponb urpaet B-xareHnH. Kak u3BecTHO, KATEHUHBI, B TOM YHCIIE U [3-KaTCHUH CITYKaT JJIs
3aKpeIUieHUs] B KJIETKEe OCNKOB ajre3uu --- kaarepuHoB (cM.NB). Jlpyras dynkmus -
KaTeHHHAa COCTOUT B TOM, YTO, OH SBIISAETCS 3JEMEHTOM YHHBEPCAJIBHOU, IIHUPOKO
pacrpoCTpaHEHHOH B TPUPOAE CHCTEMBI TEpeladdl MEXKKICTOYHBIX CHTHAJIOB, TaK
HaszbiBaeMoro Wnt-curHanuura: Wnt — Frizzled — Dishevelled —[ GSK-3 —[ B-
kareHnH — [-kareHuH + Tcf/Lef 1— tpanckpunmms (mogpoOueit cm. rmaBy 15). Ha
KOHeuHOM dT1are Wnt-myTu [-kareHuH, coemussisick ¢ Oenkom Tcf/Lef 1, oGpasyer
KOMIUIEKCHBIN PETYJIATOP TPAHCKPHIILIUY U, B KAYECTBE TPAHCKPHUIIIHOHHOTO KO(aKTOpa,

JIOKAJIN3YETCA B sAAPC KIICTKU.

Y MOpCKHX €Xell [-KaTeHWH ydacTBYeT B crhenudukanuyd SHTOoAepMbI (puc. 16-25).
OOpa3oBaHue KOMIUIEKCHOTO TPAaHCKPHUIILIMOHHOTO (pakTopa ¢ ydacTHeM [-KaTeHHUHa B
KJIETKax JApOoOSALINXCS 3apOAbIIIeH MOPCKHX €XEell HOCUT aBTOHOMHBIM XapakTep U He
IpeKpaIaeTcs Npu AUCCOLUAIMH 3apOIbIIeH U U30JISIUU MaKpOMEPOB. YK€ Ha CTaJUU
32 GmacToMepoB (-KaTeHWH OOHApYXHBAETCS B SAApaX MaKpOMEpOB, CKEJIETOTCHHBIX H
MaJIbIX MUKPOMEpPOB. B xoje miecToro aeneHust ApoOJICHUST MaKpoMephl 00pa3yroT /Ba
BEreTaTHBHBIX BeHIa KieTok vegl u veg2. B sapax kieTok Oojiee aHUMAJIbHO
pacrioyio’keHHOTo BeHIa vegl B-KaTeHuH rcye3aeT, Tak YTo MOocje CebMOro JAeeHHs OH

oOHapy»XUBaETCs TOJBKO B siApax KJIETOK veg2 U MUKpoMepoB. Bo Bcex Ipyrux 3auaTkax
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B-kaTeHWH OCTaeTcs B CBSI3aHHOM C MeMOpaHaMu cOCTOsHUU. [lo3nmHee, HA cTaauu
051aCTyJIbl, B-KaTeHUH BHOBb BBISBIISICTCS B siIpax KJIETOK vegl, MOTOMKH KOTOPBIX AAlOT

SHTOACPMY 3aHEN KUILKH.

SnepHyto  JOKanM3alMi0  [-KaTeHWMHA W CHEIHM(UKALKIO  SHTOJAEPMBI  MOXKHO
MPEJOTBPATUTh B YCIOBHAX MHTEHCHUBHON ADKCIPECCHH LUTOIUIA3MATUYECKOTO JOMEHa
kanrepuHa. Ilpu 3ToM [-KaTeHWH CBSA3BIBAGTCS M HE Y4YacTBYeT B 0Opa3OBaHUU
TPAHCKPHUILIMOHHOTO (akTopa. B 3THX yCIOBHSIX aKTUBHOCTh TeHa endo 16,
XapakTepHOro MapKepa »HHTOJEpMajbHBIX KIETOK, HE OOHapyXXuBaeTcs, a cama
sHTOAepMa He nauddepenmupyercs. Tor ke camblii  3PQexT BbI3BIBACT U
cBepxakcrpeccuss kuHazbl GSK3, koTopass mpenarcTByeT HaKOIUIEHUIO [3-KaTeHUHa.
Haob6opoT, 06paboTka paHHUX 3apOABIIIEH MOPCKUX €KEU XJIOPUCTHIM JIUTHEM, KOTOPBIi
MOJABJIAET aKTUBHOCTh ATOM KMHA3bI, pacCIIUpPsIET 30Hy (POPMHUPOBAHUS SHTOME30/I€PMBI,
BBI3bIBas Beretaymsanuio 3apojeimei, (Logan et al.,, 1999). O ponu [P-xaTeHWHA B
cHelu(pUKAIUU SHTOME30JEPMbl TOBOPAT TaKKe€ M OKCIEPUMEHTBI, B KOTOPBIX
MOJaBIAIach WIM CTHUMyJMpoBaiack akTuBHOcTh Tcf/Lef 1. B cmywae skcmpeccun
HEraTUBHBIX (OPM ATOro Ko(akTopa, KOTOphIE HE 00Pa3yOT PYHKIIMOHATHHO aKTHBHBIN
KOMIUIEKCHBIH ~ TPAaHCKPUIIIIMOHHBI  ¢dakTop ¢  [(-KaTeHHWHOM, CHeruduKanus
SHTOME30JIepMbI OJIOKHPOBANIACh, TOT/Ia KaK CBEPXIKCIPECCHs HOPMaTbHOU (HOpMBI
Tct/Lef 1, maoGopoT, pacmmpsiia 00JacTh cHernu@UKAIA 3a4aTKa SHTOME30IEPMBI.
WHTepecHO, 4TO y MOPCKHX €Xeil Beayllas pojib MAaTEpUHCKOro [-KaTeHHHA B
crnienu(UKaIui YHTOME30CPMBbI MOIKPETUISETCS TOCIEAYIONIeH aKTHBAaluel B KIIETKaX
3TOro 3a4arka reHa Wnt8, skcmpeccusi KOTOPOro HEOOXOAMMa JJisi BKIIIOUEHUS MOJHOM

renu Wnt--kaTeHUHOBOTO CUTHAJIMHTA.

B-xaTeHMH y4acTByeT B cHeud(uKauu DSHTOAEPMBI Hu y acuuauid. Ecimm B
OTUIOAOTBOpPEHHBIC siiia aciuauii BBecth WPHK crabummsupoBanHoOi (opmber -
KaTeHHHA, KOTOPBIH HEe MMeeT cailToB (ocdopunupoBanus, ucrnonszyembix GSK-3, Bo
BCEX KJIETKaxX 3apOJblllia MPOMCXOJIUT HAaKOIUIeHHE [(-kaTeHuHa. Ilpu 3TOM BCe KIETKH
3apojblllia, KpOME  KJIETOK  MBIIIEYHOrO  3a4yaTka, CHeuuUUIUpYIOTCS — Kak
SHTO/IEPMAJIbHBIE, O YEM CBHUJIETEIILCTBYET KCIIpeccus IIeNouHoi (pocdaraspl, Mapkepa

sHTOepManbHON auddepennuanuu. ToT xe dhdexT HabMoaaI NPy JeHCTBUA HOHOB
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Li+. HaoGopoT, cBepx3Kclpeccusi KaarepuHa, BeIyllash K CBS3bIBAHUIO [-KaTCHHHA,
BbI3bIBasIa y 3apoabiiiei acuuauu Ciona savigni 3MHUIEPMalIU3alNI0 KIETOK, KOTOPbHIE

SKCIpeccHpoBaiy crienuduueckuil st snuaepmuca rel Cs-Epil (Nishida, 2002).

16.2.4. ®akTopbl ABTOHOMHOI crieu(pUKANMU XOPAOMe30ePMbI TO3BOHOYHBIX.

VY NO3BOHOYHBIX XHMBOTHBIX MAaTEPUHCKUN [-KaTEHWH TaKkKe UIPaeT BaXKHYIO pOJIb B
paHHeM 5sMOpuoreHese. 31eCh, OIHAKO, OH BBICTYNAET Kak (akrop cnenudukanum
JIOpCaJbHOM ME30/€pPMbI, JETEPMUHHPYsT HpPU OSTOM HE TOJIBKO Cyab0y KIETOK

onpeﬂeneHHoﬁ KJIETOUHOMU JIMHUHW, HO 1 JOPCOBCHTPAJIbHYIO OCh 3apO/blllia B IICJIOM..

B oomwurax Xenopus marepunckas mPHK [(-xatenuna pacnpenenena mo unuroriasme
paBHOMepHO. COOTBETCTBEHHO, IIOBCEMECTHO pacHperiesieH U caM Oel0K, KOJIMYECTBO
KOTOPOrO OrpaHMuYMBaeTCcsd aKTUBHOCThIO KuHa3pl GSK-3, koropas crmocoOCTByeT
nerpajauuu B-xaTeHuMHa. B Xozne KOpPTUKaJbHOM poTalMM, HACTYMaoIeHd mocie
OIJIOZAOTBOPEHMS, U3 BEreTaTUBHOM 00JacTH siilia Ha OyAyIlyl0 JOpPCAJbHYIO CTOPOHY
3apojibIlIa TPAaHCIIOPTUPYETCsT MaTepuHCKuil (akrop --- O6emok Disheveled, koTopsrit
cryxutr cynpeccopom kuHazel GSK-3. bmaromaps 3TomMy B JIopcaipHOW 00JIacTH
BO3pacTaeT KOHILIEHTpalus P-KaTeHWHa, KoTopblii BMmecTte ¢ Oenkom Tcf3 oGpasyer
KOMIUIEKCHBI TPAHCKPHUIILIMOHHBIA (GakTop. DTOT (HaKTOp BKIIOYAET 3KCIPECCUIO TeHa
siamois W pAja APYTUX TIEHOB, aKTUBHOCTh KOTOPBIX Ipeponpenenser oOpa3oBaHUE

XOpAOME30ACPMATIBHOI'O 3a1aTKa.

[To-BuanMoMy, aHATOTUYHYIO (DYHKILHUIO BBIOJMHSAET B-KaTeHUH U 'y pbl0. Y Danio rerio
sepHast JIOKAIM3aLUs MAaTEPUHCKOTO [3-KaTeHNHa 0OHAPY)KUBACTCS TIEpel racTpyIsiiueit
B KIETKaxX TOH YacTH J>KENTOYHOTO CHHIIMTHUS, KOTOpas TMOJACTHIACT OyAyIIyro
JOpcaJbHYI0 O00JacTh 3apOABIINIEBOrO INWTa. ECIM 3KCHEpUMEHTANIbHO BbI3BAThH
HAaKOIUIeHHE [-KaTeHWHAa B MHBIX y4YacTKaX JKEITOYHOTO CHHIUTHUS, OHH CTAHOBSTCS

obnacTsiMu (pOopMUPOBAHUS XOPAOME30AEPMBI U Pa3BUTHUS BTOPUUYHBIX 3apPOIBIIIEH. .

16.2.5. ®akTopbl aBTOHOMHOI crieu(PUKANMU MbIIIEYHbIX KJIETOK y ACIHHIMM.

MpIieuHbIN 3a4aTOK JTMYMHKY acuuauii oOpa3oBaH AByMs cyOnonysisuusmu. OnHa u3
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HUX, WIA TE€PBUYHBIC MBIIICYHbIE KJIETKH, TMPEACTaBlIeHa IIOTOMKAMHU 3aJHETro
BereratuBHOro Osactomepa B4.1 (puc. 16-26). BropuuHble MBIIIIEYHBIE KICTKH
o0pa3yloTcsi U3 MpOAYKTOB jeneHus OnacromepoB B4.2 u A4.1. CymecTBeHHOE
panuyue MEXIy OSTHMH CYONONyJSIUSAMH COCTOMT B TOM, YTO CHEHU(DUKAIUSL
NEPBUYHBIX  MBIIIEYHBIX  KJIETOK MPOUCXOMUT IOJA  BIMSHHUEM  MAaTEPUHCKUX
IIUTOIUIA3MAaTHIECKUX (PAKTOPOB, TOTJA KaK Cy/1b0a BTOPUYHBIX MBIIICUYHBIX 3JIEMEHTOB
OTpeAeNsieTcs] NHAYKTUBHBIMUA CUTHAJIAMU, UCXOJSALIMMH U3BHE, CO CTOPOHBI COCEIHUX

KJICTOK.

Jlo mocieHero BpeMeHH! CyIeCTBOBAHUE IIUTOMIa3MaTUYECKIX MAaTEPUHCKUX (haKTOPOB
CHelU(pUKAMU MBI y  3apoAbllled  acUMIWN  J0Ka3blBaJOCh  METOJaMHU
HKCHEPUMEHTAIBHON 3MOPHOJIOTUU. OTOT BBIBOJ BBITEKAT U3 SKCIEPUMEHTOB 110
m3omsinuu Onmactomepa B4.1, a Takke U3 ONBITOB, B KOTOPBIX IMYTEM TMOAABICHUS
LIUTOTOMHUH CO3[aBAJKCh YCIOBUS, HCKJIIOYAIOIINE MEXKKJIETOUYHbIE B3aUMOJICHCTBUS.
Pemaromum  10BOAOM B TOJB3Y CYIIECTBOBAHUS OCOOBIX MAaTEpUHCKUX (DaKTOpPOB
MHOTeHe3a ObLTH IKCIEPUMEHTHI, KOTOpBIE IMO3BOJSUIM HAOIIOJATh HEMOCPEICTBEHHOE
JIEHCTBUE ITUTOTIA3MBI, B3SITOW W3 Pa3IUYHBIX oOiactei sina aciuauu. OKazaiock, 4To
CpallMBaHUWEe  KJIETOK M3  TPE3yMNTHUBHBIX  HEMBIIEYHbIX  oOmacteil ¢
LUTOIJIA3MaTUYECKUMH ITy3bIpbKaMM, COJEpKallUMH "MHoIIazMy", T.e. LUTOILIA3My
Aia, KOTOpas B XOJ€ OOIUIa3MaTHUYECKOW CerperauMd M JApoOJieHHs MONaJaeT B
O6nmacromep B4.1, BbI3bIBaeT MHOTEHHYIO crneuudukanuio. [leficTBUTENBHO, KIETKH,
NoJyuyuBIIMEe '"MuoIasMmy" sifla, TpW aBTOHOMHOM pa3BUTHHM in Vitro BMECTO,

HaIpuMmep, SIIMaepMuca Uik SHTOACPMBI Jar0T KIICTKU MBIIIICUHOM JTUHUM.

VY Ciona intestinalis v Halocynthia roretzi nepBUYHbIE MBIIIEYHBIE KJIETKU 00pa3yIoT JIBE
CUMMETPUYHO PacloIOXKEHHbIE B XBOCTOBOM 001aCTH 3apO/IbIIlia MMOJIOCKU, COCTOSIIHE --
- Kaxaas --- U3 ceMH KieTok (puc.16-27). PomocioBHast 3THX KJIETOK MpeCTaBlIeHa Ha
puc.16-28. BuaHo, uYTO Ha TATOM JENEHHUHM CpeAd IOTOMKOB Onactomepa B4.1
obocobusiercst kiaeTka B6.1 --- ocHOBaTeNIbHMIIA SHTOACPMBI, a TaKXKe J[Ba OjacToMepa
Me3oZepMaibHON pupoabl: B6.2, KOTOPHIN AaeT BIOCIEACTBUH MBIIIIBI, ME3CHXUMY U
KJIETKH XOpJbl, 1 B6.4 --- naromuii Me3eHXuMy U MbIibl. Ha cienyroiiem --- mectom

JCIICHUHN 000CcOo0ISTI0TCS KIICTKU-OCHOBATCIBbHUILIBI MBIIIICYHON JIMHUM --- 6J'IaCTOMCpI>I
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B7.4, B7.5 u B7.8. Uro kacaercsa Gmactomepa B7.3, To OH mpu cleayromuX IEIEHUSIX
JaeT Hayajlo W Me3eHxume W xopnae. bimacromep B7.7 ciyXut poloHayaIbHUKOM

Me3eHXUMBI, a Oactomep B7.6 --- s3HTOIEpMBI.

Ob6ocobnenne Me3zonepMaIbHbIX OmactomepoB B6.2 u B6.4 xoppenupyer ¢ akTuBauei
reHa snail (y Ciona --- CiSna). Ilpu cnenyromeMm [IeIeHUU TIOCHE OTACIICHUS
sHTOJepManbHOro Onactomepa B7.6 skcnpeccuss CiSna HauumHaeTcss U B OinacTomepe
B7.5 (Satou et al., 1995; Erives et al., 1998; Erives, Levin, 2000). Ha >Tux panamx
CTaauAX oOHapy»XeHa dKCIpeccus U crnerupuieckoro Jisi MUOreHe3a IT'eHa U3 ceMeiicTBa
MyoD --- CiMDF (Ciona MyoD Family). DT0T TeH O3Kcmpeccupyercss B 00eux
MBIIIEYHBIX cyOnomysiusax. OgHako, B mepBUUHON cyonomyisinuu sxcnpeccust CiIMDF
aBTOHOMHA, TOT/Ia KaKk BO BTOPUYHOW --- OHAa HAYMHAETCS JIUIIb TPU HATUYHH

uHAynupyoomux curaaios (Meedel et. al., 2002)

WHTepecHo To, 4TO Ha ATUX PAHHHUX CTAIUAX IMOPHOTCHE3a IKCIPECCUPYIOTCS HE TOIBKO
PETYISATOPHBIE TEHBI, YYACTBYIONIME B CHEIM(UKAIIMN KIETOK MBIIIEYHOTO THMA, HO U
I'CHbI, HCIOCPCACTBCHHO KOHTPOJIHPYIOMUC CHHTC3 MbINICYHBIX COKPATUTCIIbHBIX
OenkoB. B wacTtHOCTH, B KJIeTOUYHEIX JIMHUIX B6.2 --- B7.4, B 7.5, B7.8 Ha0momaeTcs
JKCIIpeccuss TE€HOB MBIIIEYHOro akTuHa (HrMA4), TeHa TsDKenoi Iemd MHO3MHA
(HrMHCI) n reHa cnienmuuvecKoro MBIIICYHOTO TpaHCIopTepa Kambius (Satou et al.,
1995; Tomioka et al., 2002).

B muc-perynsaTopHbIx 00acTAX BCeX YKa3aHHBIX T€HOB CpPEeIU MPOYHMX CAMTOB UMEIOTCS
E-box caiit, csaseBatonmii bHLH ¢akrop, u T-caiit, cBs3pIBaromuii MaTepuHCKUH,
oTHocsamuiics kK kmaccy Brachyury T-box dakrop, xoropwiit 'y Ciona intestinalis
HazpiBaetcss CiVegTr. Myrtanuun o0oMx 3THX CalTOB JeNnaiT HEBO3MOXKHOUN
Me30IcpMaIbHYIO CIeU(pUKAINIO TPOU3BOIHBIX Oiactromepa B4.1. B cirywae myTtanmid,
3aTparuBaIuX cTpykTypy E-box u T-caifToB, HU MBI, HU ME3EHXUMA, HU XOpJa He
obpasytorcs. EcTe Bce ocHOBaHMA paccMmarpuBath MaTepuHckuii T-box daxtop CiVegTr
KaK UTOIIa3MaTHUYECKUH (paKkTop, MPeIoNpeaeIIIoNui Me30IepPMaTIbHYO0, B TOM YHCIIE
U MBIIICYHYI0, crienudukanuio. Kak monaraioT, aBTOHOMHas crielu(UKaius MbIIIEYHON

nuHUH oOecrieunBaeTcs Hapsany ¢ 6enkom CiVegTr Takke u A1pyruMu GaKTOpaMu.
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Cy1miecTBOBaHHE €II1e OJTHOTO0 MAaTEPUHCKOTO (aKkTopa MBIMICYHOU Crienn(PUKaUu ObLIO0
HE/IaBHO TI0Ka3aHO y acuuauu H. roretzi, n3 siMil KOTOPOW Oblia BbIJEIEHA MAaTEPUHCKAS
uPHK™*"! " xonupyromas uuHK-GuHrepHsiii 6enok. Cyas 1Mo CTPYKType 3TOro Oelka,
COOTBETCTBYIOIIUNA TeH acuuauu macho-1 (0T smoHckoro maboya no cho omoshiroi
idenshi --- "ouenn mHTepecHb TeH aciuauu”, H. Nishida, nepconansHoe cooOrmieHue)
OPTOJIOTMYCH PETYJSTOPHOMY T€HY Zic MO3BOHOYHBIX, H, TIO-BUAUMOMY, IIPOU3OIIET OT
00IIIEr0 ¢ HUM aHLECTPAILHOTO reHa. Pacnpenenenne nPHK™! g giinie cooTBeTCTBYET
JIOKaJM3allMd [UTOIUIa3MbI, COZAEp)Kalleld MaTepuHCKHE (akTopbl Muorenesa. [lpu

Kmeho-l - mponcxomur  GpyHKIMOHAIBHOE

HUHBEKIIMA B AWI0 aHTUcCMBICIOBoM WPH
WCTOLIEHUE 3amacoB HopMmaibHoW WPHK™!  Takue siina mocie OMIOZOTBOPEHHS
HOPMaJIBHO JPOOWIINCH, TPOXOJMIN CTAJUU TAacCTPYJSIIUU W Hehpysbl. OgHAaKo TpH
nepexo/ie K CTaiud XBOCTOBOHM MOYKH OOHAPYKHUIIUCH TIIyOOKHE HAPYIICHUS Pa3BUTHS,
CBSA3aHHBIC C pEeayKUHUeW MbImeyHo TkaHu. OOmas Macca MBIIMIEYHOTO 3adyaTkKa
yMEHbIIAJdach IO CPAaBHEHUIO C HOpMalbHbIMM JuuuHKaMu Ha 70%. bonee Toro,
U30JIMpOBaHHbIE OacToMephbl B4.1 mocie UHbEKIMHU B IO aHTHCMBICIOBON MPHK™ !
BOOOIIIe HE OBUTH CIIOCOOHBI K Crienu(PUKaIUK KIETOK MbIIeuHOU JimanK. [TokazaHo, 4To

npu  BeIKIIOYeHHH (QyHkuun UPHK™ !

9KCIIPECCHsI T€HA MBIIIEYHOIO aKTHHA
oTcyTcTBOBana. HakoHel, cBUAETENLCTBOM TOro, 4o HPHK™*! gpisercs MarepuHCKUM
(GakTOpOM aBTOHOMHOW CHEUM(UKALMU MBI ACUUAMU, CIYKaT SKCIEPUMEHTHI, B
KOTOphIX mocie uHbekiuu 3Tod MPHK B pasHeie o0nacTtu 3apojbliia MPOUCXOAMIIO

skronmueckoe oopazopanue Meri (Nishida, Sawada, 2001).
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I'JIABA 17. 3ABUCUMASA JAETEPMUHALIUA

ABTOHOMHas JieTepMUHAIUS, 00YCIIOBICHHAs MATEPUHCKUMU ITUTOIIIa3MaTHYECKUMHU
(dakTopaMu, KOTOpbIe BHIPAOATHIBAIOTCA B MEPUOJA OOT€HE3a, UMEET OTHOCUTEIHHO
OTPAaHUYCHHOE pPACHpPOCTPAaHEHHWE U TPOSBIACTCS TOJBKO HAa PpaHHUX dTamax
MHAUBUAYAIbHOTO pa3BUTHsA. MaTepuHCKHUE LUTOIIIa3MaTuyeckue (hakTopbl, B CUITY
XO0TA 61:1 HCIIPOAOJDKUTCIIBHOTO BPECMCHHU CYIICCTBOBAHUSA, MOTYT O6€CHC‘-II/ITB JINIIb
HAYAJIGHYIO TIOJSPH3AIMI0  3apojbllia W (OPMUPOBAHUE HECKOJIBKHX THIIOB
KIETOYHBIX IJWHUK. J[lns MopdoreHeTHueckux MpPOIEcCCOB W AN KICTOYHOU
cneumbnxaunn, KOTOPLBIC TIIPOUCXOAAT B MNEpHUOA TacCcTpyduu W II0CJIC HCC,
TpeOYIOTCS HWHBIE MeXaHW3Mbl. KpUTHYECKON NPEANOChUIKOW BO3HUKHOBEHHS U
SBOJIIOIIMM  COBPEMEHHBIX MHOTOKJIETOYHBIX JKMBOTHBIX, IO-BHAMMOMY, CTallo
IIOSABJIICHUEC MCXAaHHU3MOB BI)Ipa6OTKI/I U MEXKIICTOUYHOU nepcaaun MOJICKYJIAPHBIX
CUTHAJIOB, OMNPENENSIONINUX JeTePMHHALMIO KJIETOK W 3a4yaTkoB. JleTepMuHaiuio,
KOTOpass OOYCJIOBJIEHA BHEIIHUMH CHTHAJIAMH, BBIpaOATHIBAEMBIMU JAPYTUMHU

KJICTKaMu, B OTJIMYHEC OT a8MOHOMHOU HA3BIBAIOT 3A6UCUMOIL.

3aBucuMasi  JeTepMUHALMS  MPOMCXOAWT  TNPAKTUYECKH Ha  BCEX  dTamax
WHIIUBHIyaJTBHOTO Pa3BUTHS M HEPEIKO OOHAPY)KUBACTCS YK€ B TIEPHO IPOOIICHUSI.
Xopo1o, HampuMep, U3BECTHO, YTO paHHee ApoOsieHne ['peGHEeBHKOB Omaromaps
HEPaBHOMEPHOMY PpACTPEICICHUI0 MAaTEPUHCKUX LUTOIUIa3MaTHYECKUX (HaKTOPOB
UMeeT MO3auuHblii xapakrep. [Ipu u3onsuu 01acTOMEpPOB HA CTAAMU JBYX KIETOK
KXl OnacTomep 00Opa3yeT IOBEHWJIBHOE JKMBOTHOE, HMMEIOIEC YMEHBIIEHHOE
BIBOE YHCIJIO DJIEMEHTOB Tena. TeM He MeHee, 00pa3oBaHUE TPEOHBIX IIACTHHOK Y
['peOHEBUKOB HOCUT 3aBHCUMBIN XapakTep. JlelCTBUTEIHHO, B 00pa30BaHUH IPEOHBIX
IUIACTUHOK YYacTBYIOT IIOTOMKH OnacTomepa €, a TaKkKe OJUH U3 IOTOMKOB
OnacToMepa m;, pacloJI0KEHHBIH 10 COCECTBY C Mpou3BoaHbIMHE €. Korna ['enpu u
Maprunneitn (Henry, Martindale, 2001) Ha cramum 16 OmacToMepoB yIaysuIH
MHKpPOMEPBHI --- IPOU3BOIHBIC €1, OCTABIISISI IIPH ATOM B HETIPUKOCHOBEHHOCTH KIJIETKY
m;, OHM HaONIONANM TOJHOE IIOAABICHUE pAa3BUTUS TPEeOHBIX IUIACTUHOK. bes
B3aMMOJICICTBUS C MPOM3BOAHBIMU OjacTomMepa €; KjieTka m; cama 1o cede He
crocoOHa K (OPMHPOBAHUIO TPEOHBIX IUIACTHHOK. BMmecTte ¢ Tem, yaaneHue m; He
CKa3bIBaeTCs HAa 00pa30BaHUU I'PEOHBIX IUIACTUHOK M3 MPOU3BOJIHBIX €. Takoro pona

Ha6J'IIO,I[eHI/IH MNPUBOJAAT K JIOTHYECKOMY BBIBOAY O HaJIWMYWHU HCEKHX CHUTHAJIOB, C
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IMOMOIIIBKO KOTOPBIX TMPOU3BOIHBIC 6naCT0Mepa €1 BO3I[CI\/JICTBYIOT Ha COCCOAHUC

KJIETKH, BOBJICKasl UX B Tiporiecc (hopMupoBaHus TpeOHBIX MIaCTUHOK (puc. 17-1).

HccnenoBanus MOCIEAHUX JIET TMOKa3ald, YTO 3aBHCHUMasl JAE€TEpPMUHALMS, KOTOpas
JSKUT B OCHOBE (DOPMHUPOBAHMS HOBBIX CTPYKTYp M (PYHKUUI pa3BUBAIOIIUXCS
KUBOTHBIX, 00YCJIOBJIEHA CJI0KHOM MEXKJIETOUHON CUCTEMOM Mepeaauyn CUrHAJIbHBIX
MOJIEKYJI, WIU cueHanuneom (OT aHriI. signal --- naBate curhan). [IpumeHeHue
MOJICKYJIIPHO-OMOJIOTHUECKUX METOJIOB aHajh3a OTKPBUIO B30paM COBPEMEHHBIX
UCClIeIoBaTeNel HEU3BECTHBIM paHee MHUP CUTHAIBHBIX MOJIEKYJ, UX PELENTOPOB U
CHCTEM IPOBEIEHUS CHUTHajla OT IOBEPXHOCTH KJIETKM K €€ TCHOMY.
CkooparHUpPOBaHHAS BO BPEMEHH U IPOCTPAHCTBE aKTUBHOCTH MOJIEKYJI CUTHAIbHBIX

CHUCTEM CO3HACTCA U PETYIHUPYCTCA CIIOKHBIMH CETAMU BSaHMOHeﬁCTBYIOHIHX T'CHOB.

Ha pyb6exe XIX u XX cronmeTwii, Korma TeopeTHUecKas SMOpPUOJIOTHUS B JIHIIE
ABrycra BelicMaHa mocTyiupoBajia HEPAaBHOHACIIEICTBEHHOE JIEJIEHHE KaK OCHOBY
nporeccoB audQepeHnuanui, MbICIh O BO3MOXXHONH MOP(OTECHETHYECKON pOoH
MEXKJIETOYHBIX B3aMMOACUCTBUM Ka3ajach JIMIIb CMEJNOM JOTaJKoW, KOTOpas
HY’XJlalach B OCHOBATEJbHBIX JKCIHEPUMEHTAJIbHBIX JIOKA3aTEIbCTBaX. OTHU
JI0Ka3aTeNnbCcTBA OBUIM IMOJYUYEHbl BBIAAIOIMMCS HEMEUKMM 3MOpuosniorom ['ancom

[InemanHOM, pabOTHI KOTOPOTO OTKPBLIM HOBYIO CTPAHHILy B UCTOPUU SMOPHOIOTHU

(Spemann, 1901).

17.1. DmOpuoHaabHast HHAYKIMSA. UcTOpHUA OTKPBITHS.

3aBucuMoe pa3BuTHe Xpycrajnka. CBOM MOUCKU MEXKKJICTOYHBIX B3aUMOICHCTBUIMA
[IImemaHH Hayal Ha CPAaBHUTEIBHO IO3JHUX CTAIWAX PA3BUTHUS 3apOJIbIIIA, KOI/AA
MOXHO 6131.]10 npeamnogaratb, 4YTO HUTOIIa3MaTUUICCKHUC (baKTOpr YKC HC OKa3bIBArOT
HCMMOCPCACTBCHHOI'O I[CI\/JICTBI/H[ Ha TPOLECChbl pPa3BUTUA. B xauectBe MOACIN
uccnenoanus lllmemann BbiOpan pa3ButTue riaza y am¢uodmii. [locnenoBarenpHbie
ctanui Mopdorenesa riaza K OSTOMY BpeMEHH OBUIM JOCTATOYHO XOPOIIO
UCCIIEIOBaHbl M CBUJETENbCTBOBAIM O TOM, YTO JTOT OpraH oOpasyercs Wu3
HECKOJIbKUX 3aKIaJ0K, TKaHM KOTOPBIX B XOAE pa3BUTHS OOHApY>KUBAIOT

KOOPAWHUPOBAHHBIE BO BPEMEHH CIIOKHBIE MOP(OTeHeTHIECKHEe TPpeoOpa3oBaHusl.
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dopmupoBaHuEe Tja3a HAUYMHAETCS C O0Opa3oBaHUS TAPHBIX, CHUMMETPUYIHO
PacIIOJIOKEHHBIX BBIPOCTOB TEPEIHETO MO3ra --- 2Id3HbIX Ny3vlpell, KOTOpPbIC
COCIMHEHBI C TOJIOBHBIM MO3TOM 2nasHbimu cmebdervkamu (puc. 17-2). Paspacrasice,
TJIa3HBIC MY3BIPH MPHONMKAIOTCA K JKTOJEPME TOJIOBBI, KJIETKH KOTOPOW B 3TOM
00JacTH TPUHUMAIOT CTOJNOYATHIA BUA W 00pa3yroT AUCKOOOpa3HBIA 3a4aToK
XpYyCTalIHUKa --- XPYCMAAUK08yi0 niakody (OT rped. TAaKovuG --- Jernemka). Bekope
HAUMHACTCS WHBarvHAIMS JUCTAJIHHOH OOJIACTH TJIA3HOTO ITy3bIps, KOTOPBIHA
Onmarozaps 3ToMy mpeoOpasyeTcsl B IBYXCIOWHYIO 2nasHylo dauly (2na3Hou O6okai).
Hapy>kHasi cTeHKa yallly CIY>KUT 3a4aTKOM HNUSMEHMHO20 dnumenus., BHyTPCHHSS ---
3a4aTkoM cemuamiku 2na3za. OTHOBPEMEHHO C WHBAarvHaIMed TJIa3HOro OoKaia
BCJICJICTBHE 3aMBIKaHUSI XPYCTAIMKOBOW IUIAKOABI (DOPMHUPYETCS IKTOJCPMAIIbHBIHI
XPYCTAIUKOBBINA MYy3bIPEK, KOTOPBI BCKOpe 000COOISIETCSI OT SMUACPMATIBHOTO CIIOS
A 3aHUMAaeT IIOJOKEHHWE B IUCTAIBLHONM oOJlacTH T1yasHoro Ookama. Yem
ONPENENAIOTCA  3TH  CKOOPAMHHMPOBAHHBIE  MOpP(OreHeTHYeCKHe  MpOoLecch?
CymecTByeT 7nH, Hampumep, MPUYUHHAS CBSI3b MEXAYy OOpa30BaHHWEM TIJIa3HBIX

nmy3blpel ¥ GOPMUPOBAHUEM XPYCTATMKOBOM MIaKob1?

Jlns otBera Ha »d5Tu Bompochkl lllmeMaHH MNpeANpUHST SKCIEPUMEHTAIBLHOE
WCCIICIOBAaHKME PAa3BUTHS TJIa3a 3apobIIa JIATYIIKH Rana fusca. Ha cranuu paHHEH
xBocToBoi mouku IllmemanH nenanm oOpameHHslii BHU3 [1-00pasHblii  Haapes
AKTOJECPMBI TOJIOBBI, TPUKPHIBAIONICH 001acTh (HOPMUPOBAHHS TIA3HOTO ITY3BIpS,
OTBOpAYUBAJ HKTOACPMAIIbHBIN JTOCKYT M yIaJsiyl TJIa3Hou my3sIph (puc. 17-3). [locne
XUPYPTUYECKOT0 YJAICHUS TIa3HOTO MY3bIPsl SKTOAEPMAIBbHBIN JTOCKYT BO3BpaIaCs
B MICXOJIHOE TIOJIOKEHUE U BCKOpE MPMXuBIsUICS. B aToM onbite [llmemanny yaanoch
MOKa3aTh, YTO B ClIy4yae yAaJeHHUs TJIa3HOTO My3bIps XPYCTaJMKOBas IUIAKOAa HE
dbopMupoBanach M, COOTBETCTBEHHO, XPYCTalIMK He pa3BuBaics (puc. 17-4). B
npyrom skcriepumenTe [lInemMaHH TpaHCIUTAHTHPOBAJ IIA3HOW OOKaJI B TYJIOBHUIIHY O
obnmacTe W HaOMIOJANM SKTOMHMYECKOe oOpa3oBaHWE XpycTanuka. Hempexomsiiee
3HaYeHHUE ATUX, ormyonrnkoBaHHbIX B 1901 romy, onbiToB lllmemanHa, cOCTOUT B TOM,
YTO BIIEPBBIC B HCTOPUH SMOPHOIOTHU OBUIO 00KA3aHO CYIECTBOBAHHE 3aBHCUMOTO
pa3BUTHS OPTaHOB: YJAJCHHUE WM TPAHCIUIAHTAIMS OJAHOTO 3a4aTKa COOTBETCTBEHHO
HEraTUBHO WM MO3WUTHUBHO CKA3bIBAIMCh HA PAa3BUTHH JIPYroro. 3HAUYEHUE OIBITOB
[lImemanHa cocTosIO W B TOM, 4YTO Obula pa3paboTaHa METOMOJIOTHS

SKCIICPUMCHTAJIbHOTO aHaJin3da 3aBUCHUMOI'0 pa3BUTHUA, a4 HUMCHHO, HAPYUICHHUC
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HOPMAJIbHBIX CBS3€H MeEXAy B3aUMOAECUCTBYIOIMMH 3adaTkaMu. CoOBpEMEHHBIE
MIPEACTABICHUSA O MEXaHU3MaX, JeXKallUuX B OCHOBE Pa3BUTHA Ij1a3a MO3BOHOYHBIX

OynyT mpencraBieHbl B rnaBe NB.

OtkpsiTHE Opranu3aropa. [loka3as, 4To B epuo OpraHoreHes3a MnpenonpeaesIeHue
CyIbOBI 3a4aTKOB IMMPOUCXOUT B pe3yJIbTaTe B3auMoAeHCTBHS , LIImeMaHH mombITaics
pacrpoCTpaHUTh CBOI0 METOAOJIOTHIO aHAJIN3a YMOPHOHAIIBHOTO pa3BUTHs Ha Oosee
panHue craguu. OH TpPaHCIUIAHTHPOBAJ Pa3IMUYHBbIE 3a4aTKU TacTPyJbl TPUTOHOB
Triturus cristatus n Triturus taeniatus Ha CTaOUAX PAHHEW W IO3JHEU TacTPYJIbl.
Bbeibop 00BeKTOB OBIT CBSI3aH TeM, YTO silla 3TUX BHJOB OTJIMYAIOTCS CBOECH
nurMeHrauuen: y 1. cristatus sillia CBETIIbIe, TOTAA Kak y 1. faeniatus --- TEMHBIE.
[Tpumensst peuunpokHele TpaHcIUIaHTanuy, lllmemMaHH Mor mpociexuBath cyabOy
[IEPECAKEHHBIX €CTECTBEHHO MapKUPOBAaHHBIX KycOukoB. lllneMaHH ycTaHOBWI, YTO
TPAHCIUIAHTUPOBAHHBIC 3a4aTKU PAaHHEW racTpyJibl Pa3BUBAIMCh B COOTBETCTBHM C
HOBBIMH YCJIOBHAMH OKPYJKAIOIIEH HX CpeApl: INPE3yMITHBHAs HEHUPODKTOIEpMA
pa3BuUBaNach Ha OpIOIIHOW CTOPOHE 3apojblllla Kak JSMUICPMHUC, TOrJa Kak
MPEe3YMOTHBHBIN SMUACPMHUC B OOJACTH HEWPaTbHOW TUTACTUHKH pPa3BHBAJICS Kak
HepBHas TKaHb (puc. 17-5). V3 3Tux HaOmoIeHUH ciaeloBai BBIBOA, YTO HAa CTAJUU
paHHEH TracTpyibl HCCIEAOBAaHHbIC 3a4aTKU HE OBUIM JETePMUHHPOBAHBI U
pa3BUBAINCH 3aBUCHMO, IIPUHUMAs CyAbOYy OKpyXKarolux X TkaHeW. MHas kapTuHa
HaOmroanach CIyCTS HECKOJIBKO YacoB, KOTJa TPAHCIUIAHTALMIO MPOBOIWIN HA
CTaAuM  TO3JHEW racTpyisl. Tenmepp INpuM  TpaHCIUIAHTAMKM  MaTepuayia
HEHPOIKTOEPMBI Ha OPIOIIHYIO CTOPOHY (POPMHUPOBAIUCH CTPYKTYpPBI, XapaKTEPHbIE
JUIsl HEpBHOW cucTteMbl. [Ipe3yMnTuBHAs snuaepMalbHas TKaHb, IEPECaKEHHas B
00JIacTh HEWPOIKTOJEPMBI, TAK)KE COXpPaHsIa CBOM CBOWCTBA B HOBOM OKPYXCHHHU
(puc. 17-6). U3 3THX SKCIIEPUMEHTOB CII€JOBAN0, YTO Ha CTaJUU TacTPyJISLHUU

MPOUCXOUT demepMuHayus CBOUCTB MUACPMAIbHON U HEPBHON TKaHH.

Oco0oe 3HaueHHE UMENM pe3yNbTarhbl, MoiayyeHHble LllneMaHHOM M ero y4yeHuleu
Xunpoi MaHronba B ONBITaX 10 TPAHCIUIAHTAIIMM 3a4aTKa CIUHHOW TyOBI
Onmacromopa, B3STOrO Ha cTaauM paHHEW ractpynbl. Ilepecagka CHMHHOM TyOBI
Onmacromopa Ha  BEHTPAJBHYIO  CTOPOHY  3apOJbIlIa  BBI3bIBAJIA  TIOJHYIO
peopraHu3anuio MOpQOreHeTHYECKUX IPOLECCOB, B pe3yJbTare KOTOPOW B 3TOH

00JIaCTH TPOMCXOIWIO pPAa3BUTHE JOMOJIHUTEIBHOW XOpIbl, HEPBHOH TpyOKH,
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comuToB (Spemann, Mangold, 1924). JlopcanpHas ryba Onmactomopa mpeacraia,
TaKuUM 00pa3oM, opeanu3amopom Pa3BUTHS OCEBBIX CTPYKTYP U MPH TPAHCILIAHTAIUU

BbI3bIBaJIa (HOPMUPOBAHKHE BTOPUUHOTO 3apojbliiia (puc. 17-7).

N3 skcnepumenTtoB lllnemManHa M €ro y4€HUKOB CIIEOBAJIO, YTO MPU HOPMAJIBHOM
Pa3BUTHH MaTepuall CIMHHOM ry0bI OiracToropa o0paszyeT XopaoMe30epMy, KOTopast
KOHTaKTUPYET C JKTONEPMOM M MHAYLUpPYET B IOCIEAHEW IPOLECCHI, BEAyLIME K
BO3HMKHOBEHHUIO HEWpalbHOW TKaHM W HepBHOW cucTeMbl. llpomecc oOpazoBaHHS
HeWpaTbHOM TKAHU M3 KOMIIETEHTHOM DKTOJAEPMBI MO/ ACHCTBUEM OpTaHU3aTOpa ObLI
Ha3Bad [lInemaHHOM nepeuurol smOpuonanvrol unoykyuel. Jlanbueiiee pazeumue
3apooviwa, no Illlnemanny, npedcmagnanocs yenvio UHOYKYUOHHBIX COObIMUL, 6
pe3yibmame  KOMOPbIX — NPOUCX00UNa  nociredosamenvuas  oughghepenyuayus
3apooviuia. Bckope BO MHOTMX J1labopaTopusiX MHUpa ObUIO [I0Ka3aHO, 4YTO
rOMOJIOTHYHBIE CIIMHHOW Ty0e Omactoropa am(uOMii 3ayaTku 3apojblliei pbIo,
penTWIMH, MNTUL M MIEKONMTAIOUIMX O00JaJaloT TAaKMMHM K€ CBOWCTBAMHU
OpraHu3aTopa M CIHOCOOHBI HHAYLUPOBATh PA3BUTHE OCEBBIX CTPYKTYp. XOTH
BIIOCJIEICTBUU OKAa3aJloCh, YTO MHOTME W3 BbIBOAOB lllmemMaHHa HyXaaoTcs B
YTOYHEHHUH, a HEKOTOPBIEC U3 HUX JaK€ HE COOTBETCTBYIOT JCHCTBUTEIBHOCTH, TEM HE
MEHee, 3KCIEpUMEHTaIbHbIE HccaenoBaHus llleMaHHa M €ro IMIKOJIBI MO3BOJMIN
copMyIHpOBaTh HEKHH HOBBIH (pyHJZaMEHTANbHBIA TNPHHIWN  OpraHU3aIHUA
OHTOT€HE3a JXKUBOTHBIX, 32 OTKpbITHE KoTOporo ['anc Illmemann B 1935 romy Obu1

ynoctoeH HobeneBckoii mpeMun.

OTKpbITHE OpTaHU3aTOpa W SIBJICHUS SMOPHOHAIBFHOW WHAYKIUH CIIOCOOCTBOBAIN
MHTEHCHBHOMY DPa3BHTHIO SKCIEPHUMEHTAIBHONW 3MOPHOIOTHN U pa3paboTKe HOBBIX
METOAMYECKUX  MpHEeMOB. B wyacTHOCTH,  BO3HHMKJIA  HOBass  OTpPacib
OKCIEPUMEHTAIBHON  ASMOPHOJOrMH,  IIUPOKO  HWCIOJNH30BABIIAs  METOIHKY
SKCIUIAHTALMKM 3adaTkoB in vitro. Hauwmnas ¢ Tombrdperepa (1932), B
UCCIICIOBATENIbCKYI0 ~ NPAKTUKYy  BHEAPSIOTCS — pa3HOOOpa3Hble  Cpenbl Ul
KyJIbTUBUPOBAHMS 3a4aTKOB in vitro. J{msg W3y4deHHs HMHAYIHMPYIOIMIUX CBOWCTB
pa3MUUHBIX ~ TKaHEW CO3JAal0TCS  CHUCTEMBI  COBMECTHOTO  KYyJbTHBHUPOBAHUS
MPEIoIaraeMoro MHAYKTOpa M pearupyromeil TKaHW, B Ka4eCTBE KOTOPOH YacTo

UCIONIb30Bajiach aHUMallbHas anoyka HeaudpdepeHIUPOBaHHOW  SKTOAECPMBI
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Onmactynbl Wi paHHeH racTpyinbl ampuoOuil. C 3TOH K€ WENbI0 HCIOIb3yeTcs
npeaioxkeHHbli  OTTro  MaHroapoM METOJ HMMIUIAHTAlMK  IPEANoIaraeMoro

opranmzaropa B Oiactornens 3apoasiima (puc. 17-8).

17.2. UHayKkuus 1 KOMIeTeHUus

HUnoyrkyus (ot nat. inductus --- moOyxkaeHue) --- MEKKIECTOYHOE B3aUMOJICHCTBUE
UHAYKTOpa H pearupymomeld CHUCTEMBI, B pe3ylibTaTe KOTOPOTO H3MEHSETCS
HaTpaBJICHUE DPA3BUTHS TOCIEAHEH. MHOyKmopom MOTYT OBITh TKaHb, 3a4aToK,
KJIETKa, KOTOpBIE BBHIPAOATHIBAIOT CHUTHAJIBHBIC MOJEKYJbI, JCHCTBHE KOTOPBIX
BBI3BIBACT M3MCHCHHE TOTCHIIMU PAa3BUTHS TKAHU-MUIICHH. Peacupylowas mixawb,
WM TKaHb-MHIIIEHb --- 3TO 0COOBIM 00pa3om muddepeHImpoBaHHas TKaHb, KOTOpas
XapakTepusyercs komnemeHyuetl (OT nar. competo --- OBITb CIIOCOOHBIM), T.C.
CIIOCOOHOCTBIO BOCTIPUHSTH CUTHAJIBHBIC MOJICKYJIBI U aJICKBAaTHBIM 00pa3oM Ha HUX
orpearupoBatb (Waddington, 1932) (puc. 17-9). BaxnHo mnoguyepkHyTb, UTO
IMOPUOHATbHASL  UHOYKYUSL  --- OMO He OOHOHANPABIEHHbL  npoyecc, da
83aumooeticmsue 08yX CneyuarbHO NO0020MOBIEHHbIX Ol MAKO20 63aAUMOOeUCmEUs

s3auamkos uiu kiemox (Muxaiinos, 1988).

[TpuMepoM KOMIIETEHIIMM KJIETOK 3a4aTKa MOMKET CIIY)KUTh WHIYKIUS XPYCTaJINKa
[P B3aUMOJEUCTBUM TJIA3HOIO ITy3bIPS U JKTOLEPMBI, B3ATBIX OT KPBIC C Pa3sHBIM
reHetuaeckuM ctatycom (Fujiwara et al.,1994). B aTom skciepuMeHTe HCCIe0BaIH
WHAYKIUIO XpyCTalWKa MPU PAa3HBIX KOMOHMHAIUSAX TKAaHEH, B3ATBIX OT JKUBOTHBIX

JUKOTO THIIA, U OT TOMO3UTOTHBIX MYTaHTOB 10 TeHy Pax6 (tabmuua 17.1).

Tabmuma 17.1. 3aBUCMMOCTh MHAYKLIHMH XpYyCTalMKa NP PEKOMOMHAIMM TKaHEH
KPBIC C Pa3IUYHBIM I'€HETHYECKUM cTarycoM: Wit (muxuit tun) u Pax6/Pax6 (1o

Fujiwara et al.,1994)

B3anmoneiicTByronme TkaHu Nunykuus xpycranuka
I'ma3noii my3sIpb OKkrozepma

wt wt €CTh

Pax67/Pax6~ wt €CTh

Wt Pax6/Pax6 HeT

Pax6/Pax6” Pax6/Pax6” HET
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Kak BugHO u3 Tabmuubl 17.1, B TaHHOM Cily4ae TMOJOKUTEIBHBIN UCXOJ WHIYKIHH
OTIpeIeNIIeTCsl He TKaHBIO WHAYKTOpAa, HO OCOOCHHOCTSMHU pearupyroniei TkaHu. B
cllydyae TOMO3UTOTHOM MyTammu Pax6/Pax6™ pearupyromias TKaHb He o0Onamaer
KOMIIETCHIINEH, W XpycTaauk He oOpasyerca. Ecmu ke skrTomepma Oepercss OT
’KHBOTHOTO JTUKOTO THIIA, TO XPYCTAINK MHIYIHUPYETCS Hake B TOM cCilydae, KOrjaa
MHIYKTOP B3AT OT MyTaHTHOW (pOpMbI. DT HAOIIOJCHUS MTOATBEPKAAIOTCS JaHHBIMU
0 TOM, 4YTO in Vivo NpW HyIb-MyTamuu Pax6/Pax6™ y 3apoppllieil riiaza He

Pa3BUBAKOTCA.

WNHnykuuio, npyu KOTOPOH MPOUCXOUT BKIIFOUEHHE HOBBIX T€HETUYECKUX MPOrPaAMM,
OTIPEACISIONIUX CIEUU(PUKAIINIO KIETOK, Ha3bIBAIOT UHCMPYKMU6Hot. B HEKOTOPHIX
ClIy4asix, OJIHAKO, IPEIIO0JIaraeTcsi, 4YTO HMHIYKTHBHBIE CHUIHAJbl BBI3BIBAIOT HE
W3MEHEHHE TCeHETHYECKUX TMpOorpaMM KJIETOYHOW chenudukanuu, a JHLb
Pa30IOKMPOBKY TAKOTO poja MporpaMM. B 3THX cilydasix TOBOPST O NEPMUCCUBHOTU

(OT 5at. permissus --- TO3BOJICHUE ) UHIYKITHH.

OMOpHOHanbHAs MHAYKIMSA SBISETCS BaKHEHIIUM (akTOpoM pas3BUTHUS BceX
MHOTOKJIETOYHBIX >KMBOTHBIX. OMOpHOHaJbHAas WHAYKIMS pealu3yercss Kak Ha
TKAaHEBOM YPOBHE, KOrJa B3aUMOJECHCTBHE IPOUCXOOUT MEXAY 3a4aTKaMH
SNUTENNAIBHON TPUPOABI, HIM MEXAY ME3EHXUMHBIMU U 3IUTEIHAIBHBIMU
3ayaTKaMd, TaK ¥ Ha YPOBHE OTAEIBHBIX KJIETOK. OMOpHOHAJIbHAs HWHAYKLIHS
orpeneNsaeT Kak CHeuu(UKAIUI0 KIETOYHBIX THUIOB, TaK U MOP(OreHEeTHYeCKue
IIPOLIECCHl, KOOPAWUHHUPYS HUX B TMPOCTPAHCTBE M BO BpeMeHu. MHaykuusa
o0ecreuynBaeT 3MUTCHETUYECKYIO CBA3b MEXKIy CTaJUsSMHU pa3BUTHs BO3pacTarollel

CJIOKHOCTH.

Y [O03BOHOYHBIX MPHUHIMI AIMOPHUOHATBHOW WHIYKIWW JIEKUT B OCHOBE
(dbopMUpOBaHUS MPAKTUYECKU BCEX OPraHOB, HE3aBHCHMO OT MX NMPUHAAJIEKHOCTH K
TOMY WJIM WHOMY 3apOABILIEBOMY JHUCTKY. Tak, WHAYKTHUBHBIE B3aUMOJECUCTBUS
MEXIYy ME3EHXHUMOW U HKTOACPMAIBHBIM JMHUTEIUEM JICKUT B OCHOBE Pa3BUTHUSA
BOJIOCA, Iepa, 4emlys, 3yOOB, TMOTOBBIX M MOJOYHBIX kene3. [leuens, merkue,
MOJKENyA0YHAsE M CIIOHHAs >KEJe3bl BO3HUKAIOT B pE3yJbTaTe€ WHAYKTHUBHBIX

B3aUMOJCUCTBUI MEXKIYy ME3CHXMMOW M DJIHUTEIUSMH SHTOACPMAIBHOW IPUPOJBI.
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Pa3zButue mouku OOYCIIOBICHO MHAYKTUBHBIMHU IPOILECCAMHU, B KOTOPHIX Y4acTBYET

M€30€pPMaIbHbIN SIUTEIHA.

OKclepUMEHTalbHass  3MOPHUOJIOTHS  BBISIBHJIA  3aMEYATENbHYI0  OCOOCHHOCTb
ME3E€HXHUMBI 3apOJIbIIICH, 2 IMEHHO PETMOHAIBHYIO CIIEIU(UIHOCTD €€ UHTyKTHBHBIX
cBoiicTB. OKkazanoch, YTO BHEIIHE OJHOPOJHAs ME3EHXMMa, B3ATas M3 pa3HbIX
obuacTeil Tena 3apojbliiia, 00Ja1aeT CIIOCOOHOCTHIO MPU B3aUMOJICHCTBUHU C OJHUM U
TEM JK€ BHMJIOM SIUTEINAIbHONM TKAaHM MHAYLUPOBATh pa3Hble oprassl (puc. 17-10).
OTO CBHUIAETENBCTBYET O MPOCTPAHCTBEHHOM IU(QepeHIranud Me3eHXHUMBI.
MornekynspHo-0ronoruyeckue  (axkrTopbl, OOYCIOBIMBAIOUIME 3TH  pa3ivyus,

peasibHOE coeprxkanue nuddepeHray Me3eHXUMEI eIle TPECTOUT PACKPHITH.

17.3. 'ereporennble HHAYKTOPbI

OTKpbITHE SIBIEHUS MHAYKLIHUH €CTECTBEHHBIM OOpa3oM IOCTaBUJIO BOIPOC O
XMMUYECKON Tpupoae uHAyLupytomero ¢akropa. OnHako mepBOHAYaIbHbIE
HOMBITKY paclIuppoBaTh XUMUUYECKYIO IPUPOLy MHAYKTOpPA OKAa3aJIUCh HEYAAUYHBIMHU.
CyOBeKTUBHOCTb KpUTEpUEB TKaHeBOM auddepeHunanuu u, riaBHOe, cladas
paspemiaromasi  CIOCOOHOCTh ~ NPUMEHSBIIUXCS  AHATUTHYECKHMX  METOJIOB,
IPEJONpENSIININ Heyjady MOMCKOB B 3TOM HalpaBjieHUU. B kadecTBe MHIyKTOPOB
OJTHUMHM HCCIIEJOBATENsIMU IpeAIarajoch paccMaTpuBaTh HKUPHBIE KHUCIIOTHI,
JOPYTUMHU --- CTepUHBI. MUKPOCKONINYECKHE 00bEMbI €CTECTBEHHBIX OPIaHU3aTOPOB U
BBITEKAIOIIasi OTCIOJ]a CJIO)KHOCTh IIOJIy4EHUs] JOCTaTOYHOM MacChl OpraHu3aTopa
noOyaAUIN HCCllefioBaTeNell 3aHIThCS IOUCKAMU 2emepoceHHblX UHOYKMOpOo8, T.€.
BEIIECTB, BBIJCJIECHHBIX HE M3 HMOPHOHAIBHBIX TKaHEW opraHusaropa, a Hu3
pa3nUYHbIX TKaHeH B3pociblx JKUBOTHBIX (Cakcen, ToiBoHeH, 1963). Takue

BCIICCTBA B pAAC CIIy4YacB JIEHCTBUTEIIHLHO 06J1az1am/1

MHAYLIUPYIOIIMM JEHCTBUEM HA HEICTEPMUHUPOBAHHYK) TKaHb AaHUMAaJIbHOU
AKTOJEPMAIBHON IIIAIIOYKA paHHEW TacTpynsl ambuouit. Cpenu TeTepOTeHHBIX
MHIYKTOPOB Pa3iIHyaloT (DaKTOPHI, BBHI3BIBAIOIIME HEHpANbHYIO, SHTOAECPMAIBHYIO H

Me30/1epMabHyI0 AuddepeHInaIurio.
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B kayecTBe MCTOUHUKOB Heupanuzytowux, uiu N-gpaxmopos, BBISIBIEHO HECKOIBKO
JIECSATKOB TKaHEH pa3IMYHBIX JKUBOTHBIX. B dYacTtHocTH, N-(akTopbl OENKOBOM
MPHUPOABI BBIACTSUM Pa3HBIMU CIIOCOOAMH U3 MEYEHU MOPCKOW CBHHKH, a TaKXKe U3

KypHHBIX 3apoabliiei 9 - 11 cyt unkybauun (Muxaiinos, 1988).

Bererammsupyromue wim  V-pakTopel, T.e. (HaKTOPHI, BBHI3BIBAIOIINE PAa3BUTHE
SHTOJCPMAIILHBIX CTPYKTYp B DKTOJCPMAIBHBIX INAno4ykax amMpuOuii, moapoOHO
uccienoBan Hemenkuii sMmOpumonor Tugeman (H. Tiedeman). W3 kypuHBIX
3apoJbIIeld OH OSKCTPardpoOBall TOJAIMENTHIBI, KOTOpPBIE TIPU JOOABJICHUH K
KOMIIETEHTHOH IKTOJIepMe 3apojbiiia aM(DuOHii BeI3bIBAIM 00pa30BaHUE YHTOICPMBI,
a Tpu OONBIIMX KOHICHTPAIUSAX --- M Me30JepMbL. BBIXOA MOpQOreHeTHIeCKH
AKTHBHBIX TOJHIIENTHIOB COCTABIISLT puMepHO 10 Mr Ha 1 Kr KypHHBIX SMOPHOHOB,

T.e. okosio 0,001%.

"KnaccuyeckuM" HMCTOYHMKOM Me30JepMalin3yloliero, win M-dakTopa monroe
BpEMSl CIIY>KWJI KOCTHBIA MO3I MOPCKOW CBHHKH, W3 KOTOPOT'O BBIACSIN HEKHI
rnukonporeusa (Yamada, 1962). B 1987 k. Cmut (J. Smith, 1987) Beioenun u3
KyJnbTypasibHOU cpeabl kieTok XTC Kcenomyca TepMOCTaOMIBHBINA O€I0K, KOTOPBIA
o0naan CHIBHBIM Me30JAepMalu3yomuM aeiicteueM. 1ot 6enok, MIF (mesoderm
inducing factor), umen mosekyaspubiii Bec 27 KDa 1 cocTosutr U3 IByX CyObeAMHUIL.
[Tocnenyromume wuccnenoBanus Mnokazanv, 4yro MIF --- oguH U3 mnpeacraBuTeneu
MHOTOUYHUCJICHHOTO CEMEWUCTBA aKmMu8uHO8, BXOISIINX B COCTaB CylepceMencTBa
TGF-B. Ilocne Toro kak OBUIO TOKa3aHO, YTO HAa CTaauu TacTPyJbl Xenopus
SKCIPECCUPYIOTCS T€HBI aKTUBHHA, CTAJO SICHO, 4TO OTKpbITHE MIF --- mepBbIii mmiar

Ha Iy TH PaciIn(pPOBKU MOJIEKYISIPHBIX MEXaHU3MOB TPOLIECCOB WHTYKITUH.

17.4. O6pa3zoBaHue Me30epMaJILHOIO 3a4aTka y am¢uouii u poid

B panHem pasButuu ampuOMii W, MO-BUAUMOMY, IPYTHX [O3BOHOYHBIX OJHO W3
HamboJee paHHUX COOBITHIA CBSI3aHO cO crnenudukanuein MesonepMbl. Llenbrit psa
AKCIIEPUMEHTAIBHBIX JAHHBIX CBHJICTEIBCTBYET O TOM, YTO JETCPMHHAIIUS OCCBOM
ME30JICPMBI y JIATYIICK MPOUCXOIUT B Tiepuol apodsieHus. Tak, ObIJIO YCTaHOBJICHO,
9TO TPH DIKCIUIAHTAIMUA KIETOK, B3SATBIX W3 JOPCAIBLHON MaprHHAIBLHOW 30HBI Ha
ctaguu 128 61acTOMEpPOB, 3TH KIETKU JaBaJIA SHICPMAIbHBIC CTPYKTYPBI, TOTAa KaK

KJIIETKH TOM K€ 06J1aCTI/I, HO B3ATbIC OJHUM KJICTOYHBIM IHMKIOM IIO3XKC,
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mudQepeHIUPOBaTINCh KaK JIeMEHThl oceBoi Me3zonepMbl. B 1970-pie ronsr Ilutep
Hprokyn mnokaszan, 4To eciu Ha CTaAuM CpeaHeil OnacTylbl clenaTtbh paspes3 B
SKBATOPHAJILHOM 00JAaCTH U MOBEPHYTH AHUMAIILHYIO MOJIOBUHKY 3apobima Ha 180°,
TO XOpJome3ojepMa (opMHUpyeTCs U3 MaTepuaa ObIBIIEH BEHTpPalIbHOM CTOPOHBI,
KOTOPBIH TOCJIE TIOBOPOTA 3aHsI JopcajbHOe mojokeHue (puc. 17-11). U3 sTux
9KCIIEPUMEHTOB CJIEI0BAJIO, UTO MAaT€pHall XOPAOME3Z0AEPMBI HE IPEIETEPMUHIPOBAH
B sile, a creuupuIupyercs B xone aApoOsieHus. HpIOKyn ycTaHOBWI, YTO €CIH
M30JIMPOBaTh AHUMAIbHYIO, MapTrUHAIBHYI0O U SKBaTOPHAIBHYIO OONAcTH, TO MpH
KyJIbTUBUPOBAHUH HM30JMPOBAHHOTO AHMMAIIBHOTO 3adaTka oOpas3yercsi IKToJepMa,
U3 MapruHajibHOU 00JacTu --- Me30JiepMa, a U3 BEreTaTUBHOM YacTH --- SHTOJIEpMA.
Ecian xe B aHaJOTMYHOM OIBITE aHUMAJIbHBIM 3a4aTOK KyJIbTUBUPOBATh BMECTE C
BEreTaTHUBHBIM, TO KPOME SKTOEPMBI B SHTOZEPMBI (hOpMUpYETCS U Me3oiepMa (puc.
17-12): nopcanbHbIE BereTaTUBHBIE OJACTOMEpPHl OKAa3bIBAIOT HWHAYIHPYIOIIEEe
JeiCTBUE Ha KJIETKHU, JIeKAIIUe B MAPTUHAIBHOM 00J1acTH, MO0y aasi UX K Pa3BUTHIO

B MC30ICpMAJIbHOM HAITPABJICHUH.

B ombitax I'mvmmiuxa um Iepxapra (1980-pie rompl) BereTaTUBHYIO 00JIacTh
OILJIOZIOTBOPEHHOTO siilla Xenopus 00Jydanu yJabTpadUOJCTOBBIMU JIydaMHu. XOTs
oOJly4eHHBIE SHIa COXPAHSUIM CIIOCOOHOCTh K MAPOOJIICHUIO W TacTPYJALUH, Y
3apoJpIIeld HE MPOUCXOAWIO 00pa3oBaHUsT ME30J€PMbl U HEPBHOH CHCTEMBI.
Opnnako, mepecaska OONYYEHHBIM 3apOfbIIIaM BEr€TaTMBHOTO  JOPCAIBHOTO
Omacromepa, B3ATOTO Ha CTaguu 32 OIIACTOMEPOB y HEOOIyYEHHOTO 3apojIbIlia,
BOCCTAHABJIMBalla  HOPMAllbHOE  Pa3BHUTHE. [Tocie  Takoit  mepecaaku

BOCCTaHaBJIMBAIOCH (POPMUPOBAHHE OCEBOI ME30/1€pMbl U HEPBHOW CHCTEMBI (pHC.

17-13).

N3 COBOKYMHOCTH ATHUX HAOIIOJEHUN CJIEI0BaJi0, YTO BETETaTHUBHO-IOpPCATbHAS
00J1acTh 3apojblllia MIMOPLUEBON JIATYIIKH 00JaJaeT CIOCOOHOCTHIO MHIYLIMPOBAThH
ME30IepMy, U YTO TPOIECC dTOW MHAYKIHUU TMPOWCXOAUT HA CTaIuU JIpoOseHus. B
koHie 1980-x romoB sTa 001acTh 3apojbilia Oblia Ha3BaHa yewmpom Hourokyna

(Gerhart et al., 1989).
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Llentp Hpiokyna oOpasyercst B pe3yjbTaTe YHNOMHHABILEHCS YK€ KOPTHUKAIBbHOM
poTanuu, KOTopash HMPOMCXOAMT Iocie OoIuloAoTBopeHus. Kak yxke oTmeuanoch B
rnase 16, 6enok Disheveled (Dsh) Bo BpeMst poTaiiuu u3 BereTaTuBHOM 00JacTu siflia
nepeMeniaeTcs Ha OyAynIyro JOPCATbHYI0 CTOPOHY W MHTHOUPYET 3/1eCh aKTUBHOCTH
kuHa3bl GSK-3, crabunusupys TakuMm 00pa3oM B-KaTeHWH, KOHIICHTPAIHUsS KOTOPOTO
Omarojaps STOMy Bo3pacTaeT. B pesynbprare B KIETKax JOPCAbHOM 00JIacTH
o0Opa3yercss KOMIUICKCHBIM TpaHCKPUMIMOHHBIA (akTop B-catenin/Tcf3, koTopsrii

o0ecrneunBaeT akKTUBALIUIO SKCIIPECCHH TeHa siamois (puc. 17-14).

benok Siamois, B cBOIO ouepe/ib, ABISICTCS TPAHCKPHUIIIIMOHHBIM (aKTOPOM, HAITHMYHE
KOTOPOTO SIBJISIETCSI HEOOXOIMMBIM YCIIOBUEM OJKCIPECCUU TeHa goosecoid (gsc),
KIIOYEBOTO TE€Ha B 00pa3oBaHMM XOpaome3ofepMmbl. COTJIaCHO COBPEMEHHBIM
MPEJCTABJICHUSM, B PETYJISIUNA AKTUBHOCTH OJKCIPECCHU gSC YYaCTBYIOT OCJKH
cynmepcemeiictrea TGF-B --- Vgl wu Oenku, poxacrBennbiec Nodal. bmaromaps
aCMMMETPUYHON Jokanmu3anuu [B-kareHuHa reHbl rpynnbl Xnr (Xenopus nNodal
related) Hanbosiee aKTUBHO DKCIIPECCUPYIOTCS B OylacToMepax IopcalibHON 00JacTH,
co3maBasi Ha CTaJWM TO3IHEH  ONacTyinbl  MPEANOCBUIKH  (POPMHPOBAHUS

XOPJOME30ICPMBI.

Cornacno I'epxapty (Gerhart, 2001), neatp Herokymna umeeT CIIOXKHBIA cOCTaB (pHC.
17-15). Umeetcst onHa aBTOHOMHAs 001acTh IIEHTpa, KOTopasi 00pa3oBaHa KIETKaMH,
conepkanmu MatepuHckue ¢akropbl VegT u B-kaTeHHH. DTH KIIETKH CEKPETUPYIOT
oonpimme konmuectBa OenkoB Nodal m Xnr3, coBmMecTHOE NEHWCTBHE KOTOPBIX
BBI3BIBACT 0OpazoBaHWE XOpJaoMe30lepMbl opranuzaropa (puc. 17-16). Kpome
aBTOHOMHOM HMMEETCS HECKOJBbKO 0O0iacTeil, KIETKH KOTOpPhIX caMH Mo cebe He
CIIOCOOHBI K MHIYKIMU OpPraHU3aToOpa, TaK KakK, MOoJy4as TOJIbKO MaTEepUHCKHM -
KareHuH (30Ha 2, puc. 17-15), wim Tonsko Matepunckyro nPHKY" (sona 3, puc. 17-
15), oHM CEKpeTHUpYIOT, COOTBETCTBEHHO, JMOO Oemok Xnr3, nubo Oenokx Nodal.
[Topo3Hb 3TH PakTOPBI HE UHAYLIUPYIOT XOpaome3oaepmy: ¢aktop Xnr3, BO3SMOKHO,
JIIB CEHCUOMITU3UPYET SKTOAEPMY K IOCleayroniel Heipanmsanuu, a Nodal cam mo

cebe MHAYLHUPYET JaTepalIbHYI0 ME30JAepMYy .
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17.5. MoJieky/asipHble MeXaHM3Mbl, ONpeJe/sIOIIie CBOHCTBA OPraHM3aTOpa.

Heiipaausanus.

Pa3paboTka MOJEKYISIPHO-OMOIOTHYECKUX METOJI0B KIOHMPOBAHHS T'€HOB OTKpbLIA
HOBBIE TIOAXOABI K poOieme opranuzaropa. B 1991 roxy Obut KIIOHMpOBaH MEPBBIi
cneunpuyeckuil TeH opranusaropa. MM okasancs ren goosecoid (Cho et al., 1991).
PacmmdpoBka HYKICOTHIHON MOCIEIOBATEIFHOCTH T'€HA gsc OOHApyKWia B €ro
COCTaBe TOMEOOOKC, HAIMYME KOTOPOTO YKa3bIBaJIO HA TO, YTO gSC KOAUPYET KaKOu-
TO TpaHCKpUIIIMOHHBIA QakTop. Mabekius nPHK gsc B BeHTpampHylo o0nacTh
3apojiplia NOA0OHO TPAaHCIUTAHTALMM MaTepHana OpraHu3aTopa BBI3bIBAJa PA3BUTHE
BTOPUYHOTO 3apopiina. HeckoabKo mo3ke ObLIH OTKPBITHI €Ie HECKOJIBKO I'CHOB C
AQHAJIOTHMYHBIM JeiicTBreM, B ToMm uucie Xlim-1, HNF-3f3, Xnot, Xanf-1, Otx-2,
Siamois, Xtwn, bozozok. BBIICHHIOCH, UTO BCE 3TH T'€HBI SBIISIOTCS PETYIATOPHBIMU U
KOIUPYIOT TPAHCKPHUIILUOHHBIE (DAKTOPBI, MOJ KOHTPOJEM KOTOPBIX HaXOISTCS
pa3HOOOpa3Hble TEHBI, B TOM 4YHCJIE --- T€HBl CEKpeTHpPYyeMbIX OenkoB. MMeHHO
CEKpEeTHpyeMbIe OEJNKH OIpPEIEISIOT CIIOCOOHOCTh XOPAOME30JepMBbI BHICTYNAaTh B
Ka4eCTBE OpPraHM3aTopa --- 3a4aTka, MPHU YYaCTHH CUTHAIBHBIX MOJIEKYJ KOTOPOTO B
OKPYXXAIOIINX TKaHAX CO3JAlOTCS MPEANOCHUIKM  (OPMHUPOBAHMSA  KOMILIEKCA

AOPCAJIBHBIX CTPYKTYP IMO3BOHOYHOI'O JKUBOTHOTI'O.

CpaBHUTEIBHO-OMOPHOIOTHYECKII  aHAMN3 TIOKa3ad, YTO CIEeUU(PUIESCKUN IS
opraHu3aropa r'eH goosecoid dKCTIPECCUPYETCs HE TOJIbKO y aM(puOuii, HO TakKe Ha
CTaJM¥ TacCTPYJSIIMM Y pbIO, NTUIl U MICKOMUTAIONIMX. YCTaHOBIIEHHAs paHee
TOMOJIOTHSI CIIMHHOM TyOBI Onactoropa ampuoOuil u peid ¢ ['€eH3€HOBCKUM Y3€IKOM
OTUI] W MJICKOMHUTAIOIIUX Hallla CBOE TOATBEPXKICHHE U B OCOOCHHOCTSIX
SKCIpeccHH goosecoid: Bce 3TH OOJIACTH XapaKTEPU3YIOTCS aKTHBHOM SKCIIpecCUei
KaK Mapkepa TYJOBHUIITHOW ME30JIepMBbI --- TeHa Brachyury, Tak u TeHa goosecoid. Y
MBIIIM TIEpBOHAYATIbHAS SKCIPECCHS gsC OTMEYeHa MpH 3aKiIagKe MepBUYHOM
MOJIOCKH B 3a7Hel obOnactu 3apojeima. Ilo3mHee KIETKH, SKCIpeccHpyromue gsc,
CMEIaloTcs B MEpeAHior  o0nacTh  Je(UHUTHBHOM  TIOJIOCKM, a  3aTeM
0OHapy’KUBAIOTCS B TepeIHEN 00JIACTH MEPBUYHON MOJIOCKH, TOJOBHOM OTPOCTKE U

npexopAaibHON 1iactuHke 3apoabima (Tam, Steiner, 1999). Cxomnas kapTthHa
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HAOMIOIaeTCs Y KYPUHOTO 3apOJIbIIIa, Y KOTOPOTO 3KCIPECCHU ZSC TPOUCXOIUT
cHauaja B KieTrkax ceprna Komepa, a mno3nHee B 00JacTH opraHusaropa B

rer3eHoBckoM y3enke (Izpisua-Belmonte et. al., 1993).

PerynsropHble T€HbI, aKTUBHOCTh KOTOpPBIX OOHapy’keHa B O0JIaCTH OpraHM3aTopa,
HAaXoJTCA B OMNpEAEIEHHOM comoaunHeHuu. Hampumep, goosecoid BKmodaercs
no3aHee reHa bozozok (y Danio 3ToMy reHy COOTBETCTBYET I'eH --- dharma), Tak 4To

pu MyTauu bozozok sKcrpeccust gsc MOAaBIIACTCS.

Huddeperunanpupiii ckpuauHr OnbmmoTekn kJIHK opranmzatopa mmopieBoit
JATYUIKH, KaK CKa3aHO BBIIIE, IO3BOJWI BBLICIUTH €Ll OAHY TPYIIy T'EHOB,
aKTHBHBIX B 3TOH oOmactu 3apoapima. Okasajaock, 4To Ooyiee JecsITKa T'EHOB,
KOTOpBIE IKCIPECCUPYIOTCS B o0yiacTé opraHusartopa (chordin, noggin, follistatin,
Frizzby,  Cerberus, Dickkopf w np.), KOHTPOJIMPYIOT CHHTE3  OEJIKOB,
NpeJHa3HAYEHHBIX Ha 3KCIOPT. DTH CEKPETUPYEMBbIE MOJIEKYJIbl CIIyXkaT (haKToOpamu
nopcanuzanuu. OHU TmonnepKuBaloT AU depeHIHalnui0 XOpA0MEe30epMaIbHOTO
3ayaTKa M, BMECTE€ C TeM, CIy>KaT HEOOXOJUMBIM YCJIOBHEM HEWpanu3aiuu
MpUJIeTalomeld SKTOAEepPMBl. BBLICHWIOCH, YTO CHENMU(PUYHOCTH ASTOTO  BIUSHHS
OTIpe/IeIsieTCS. HEe TOJBKO MPUPOAOW CUTHAIBHBIX MOJIEKYJ OpPraHu3aropa, HO HE B
MaJIOM CTENEHU --- CBOMCTBAMM pearupyroueid Tkanu. Hanpumep, cBepxakcnpeccus
TeHOB chordin WM noggin B SKTOACPMAIBHBIX AKCIUIAHTATaX BBI3BIBACT pPa3BUTHE
HEHUpanbHOM TKaHW, a B JKCIUIAHTAaTaX BEHTPAJIbHOM MeE30JepMbI --- 0Opa3oBaHHE
JopcaJbHON Me30epMbl. BbipabaTeiBaeMble OpraHu3aTopoM (hakTophl JOpCaTU3aIH
o0ecneunBaloT pa3BUTHE CTPYKTYp U CBOMCTB, XapaKTEPHBIX JJISl 3a4aTKOB CIIMHHOM
o0acTu 3apoJbliia, B MPOU3BOJHBIX BCEX TPEX 3apPOJIBIIIEBHIX JUCTKOB (puc. 17-17)

(cm. De Robertis et al., 2001).

3ameuaTebHOM OCOOEGHHOCTBIO JITHX CEKPETUPYEMBIX OEJIKOB OpraHH3aTropa
0Ka3aj0Cch TO, UTO BCE OHU SBISIOTCS uneubumopamu (cMm. De Robertis et al., 2001).
Tak, 6enxku Chordin, Noggin, Follistatin o0iamaioT CHIBHBIMA WHTHOUPYIOIIAMHA
cBOiicTBamMH B oTHOIIEHUH (hakTopoB cemerictBa BMP (Bone Morphogenetic Factor).
benku Frizzby, Dickkopf wunrubGupyior aktuBHocTh (akropoB Wnt. Cerberus

OKa3bIBaeT MHTrUOMpyIoliee AecTBUE Ha (PaKTOPhl Pa3IUYHON MPHUPOJbI, & UMEHHO,
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OH 3aMETHO CHIDKAeT aKTUBHOCTh Xwnt (w3 cemeiictBa Wnt), Xnrs (poicTBeHEH

daktopy Nodal), a Takxe pa3nuunbix GpakTopoB cemeiictea BMP.

B ompiTax in vitro Ha SKTOAEPMAIbHBIX SKCIJIAHTATax, B3ATHIX HA CTaJAUU pPaHHEH
racTpyibl, ObJIO YCTaHOBJIEHO, YTO B TaKUX OSKCIUIAHTATaX BO3HHMKAIOT CTPYKTYPHI
SMHIEPMATBHOM pupoabl. Ecin ke kKakuM-To crnocoOoM 3a0710KHpPOBaTh aKTUBHOCTb
Moporenernyeckoro akropa koctu (BMP), koTopslit nMeeTcst B SKCIIIAaHTATaX, TO
BMECTO J3MHUJCPMAILHON MPOUCXOIUT HelpanbHas auddepenunanust. brokupoBky
BMP MoOXkHO BbI3BaTh, HamlpuUMeEp, C TOMOIUBIO JOMHUHAHTHOIO HETaTUBHOTO
peuentopa BMP, KOTOpbI, B3aMMOIEUCTBYET € COOTBETCTBYIOLIUM JIMTAHIIOM,
CBSI3BIBAET €r0, HO HE CIOCOOEH O0EeCHeunTh MPOBEIECHUE CUTHAjIa. AHAJIOTWYHBIN
a¢ddexr Bo3bIBaeT antucMbicioBas MPHK BMP4, nanudme xoTOpoil mpemsTCTByeT
HapaboTKe cOoOTBETCTBYMOIIEro Oenka (Sasai et al., 1995). B obnactu opranuszaropa
nHaktuBanus BMP npoucxoaut in vivo B X0JIe HOPMAJILHOTO Pa3BHTHUS C IOMOIIBIO

CEKPETUPYEMBbIX OEIIKOB.

AHanu3 CTPyKTYpbl MOJIEKYJIbl XOpJMHA BBISIBIII B €€ COCTaBE YEThIPE yyacTKa, UM
MOJIyJISl, KaXKABI W3 KOTOPHIX HACUYHUTHIBAET OKOJIO JECATH aMHUHOKHUCIOTHBIX
OCTaTKOB. JTU MOZYJIH OTIUYAIOTCS BBICOKMM COJEP’KaHMEM LIUCTEHHA M 00JalaroT
BBICOKUM cpoxacTBoM k BMP. Ilo3TtoMy npu KOHTakTe MOJIeKyJbl XxopauHa ¢ BMP
MIPOMCXOJUT CBSI3bIBaHUE MOcaeaHero (puc. 17-18), 4To OTKphIBAET MyTh HEHPATIBLHOU
muddepennnanuu. Metannonporeasa mmnopueBoit aarymku Xolloid, romonornynast
depmenty Tolloid Apo3oduibl, paciieniseT MOIEKYy XOpAUHA, PE3KO CHIDKAsL €ro
crocoOHOCTh CBsi3biBaTh BMP. bmaromapss sTomy mocne momamaHusi HEAaKTHBHOTO
kommiekca BMP/Chordin B 30ny gelictBust Mmeramiomnpoteassl Xolloid BO3MOXXHO

BOCCTaHOBJIEHHE akTuBHOCTH BMP, KoTopelii obecnieunBaer snuiepMaibHYIO

mudepeHnmranmro.

Cyns no BceMy, NPUHLMIHUAIbHAs CXE€Ma B3aUMOOTHOLIEHUN MEXIy TKaHAMH B
o0JlacTH OpraHu3aToOpa, XapaKTepHa JUIsi BCEX IO3BOHOYHBIX. VccriemoBaHus,
BBINIOJIHEHHBIE HA 3aponbliax Danio rerio, BBIABHIN MYTaHTOB, y KOTOPBIX HE
pa3BUBAJIIUCh JOPCAJIbHBIE CTPYKTypbl M, B YacTHOCTH, HE HPOMCXOAMIIA

Heipanu3anusa. HauOosiee cuiibHas BeHTpaiu3alMs 3apojbllla MPOMCXOAWIA IIPH

70



MyTaluu reHa chordino, romomnora reHa chordin Kcenomyca. Hamportus, mnpu
MyTalnuu swirl, Kotopas 3arparuBaeT Oenmok BMP2, mpoucxomuna mopcanuzanus
3aponpima. Takoii xke >PdexT umena MyTauus mini-fin, Hapymaras HOPMAJIbHYIO
¢byHkuoo romonora tolloid/xolloid: oTcyTCTBHE HOPMAIBLHOW METaIONPOTEA3bI
BBI3bIBAJIO TIOJHYIO pa30aiaHCUPOBKY MeXaHU3Ma (hOPMUPOBAHMUSI TIOPCOBEHTPATIHLHOM

OCH 3apOopblIia.

B oGmnactu opranuzaropa cekpeTupyembie (pakTOpbl CBA3BIBAIOT HE Toibko BMP, HO
W IpyTHe BEHTpaJIU3ylolue MoJieKyibl. Hampumep, cekperupyemsiii 6enok Frizzby
COOTBETCTBYET BHEKJIETOUHOM wyacTu peuentopa Wnt Frizzled. B ornmmume ot
Frizzled, uaTerpansHoro Oeika ria3MaTHIecKoil MeMOpaHbl, KOTOPBIH oOecIieYrnBacT
CUTHAIMHT, Frizzby, Takke o0iamaromuii BRICOKUM CPOJICTBOM K MoJjiekyjaam Wnt,
CBOIO aKTHBHOCTb MPOSBIISIET BHE KiIeTKU. Cekperus 3Toro "Oenka-nepexBaTdnka’ BO
BHEKJICTOYHOE MPOCTPAHCTBO 00ECIIEUNBAET CBA3BIBaHUE MoJiekyl Wnt (puc. 17-19).
[Tocnennue B kommiekce ¢ Oenkom Frizzby yTpaumBaioT cBoiicTBa Nuranma W,
ClIeZIOBAaTeNIbHO, HE MOTYT (YHKIMOHHPOBAaTh B KadeCTBE BEHTPAIU3YIOIIETO

(dakTopa.

CornacHO COBpEeMEHHBIM JaHHBIM, HaOmiogaeMas B 00JacTHM OpraHM3aTopa
Helpanu3anusi SKTOAEPMBI  OCYLIECTBISICTCS [0 TNPUHIMIY «MHTHOMPOBAHHS
WHTUOUTOpa»: TOAABISS aKTUBHOCTH Mosiekynl BMP u Wnt, opranuzarop co3maet
HEMpPEOoAOINMbIE MPEmSITCTBUS s AuQQepeHranuu TPOU3BOJHBIX BCEX TpeX

3apOJIBIIIEBHIX JIUCTKOB B HAIIPABJICHUU (POPMHUPOBAHUS BEHTPAIBHBIX CTPYKTYP (pHC.

17-20).

Takum oOpa3oM, Heipanu3anus 3KTOJAEPMBbI MPOUCXOIUT IO YMOJYAHHUIO», T.C. B
cllydae OTCYTCTBUSI 0co0Oro BeHTpaiu3ymoomero curHaga. C 3Toil Touku 3peHws,
JEeTepMHUHAIMS HEHpanbHOM CyIpObI ASKTOJAEPMBI --- 3TO pealu3alus HEKOEro
"ocHOBHOrO coctosiHUs" (ground state) cucremsl. [y TOro yToObl pa3BUTHE 3a4aTKa
MOIJIO B HAIpaBJIeHUU (POPMHUPOBAHUS HEHUPATIBHBIX CTPYKTYpP, HEOOXOJUMO JIUIIb,
4TOOBI OPraHU3aTop OCYIIECTBUII IPOTHBOJECHCTBUE BEHTPAIU3YIOIIEMY HHIYKTODY.

Takum 00pa3oM, OpraHu3arTop, IO CBOEH CYTH, ABJIIETCA "aHTUUHIAYKTOpOM'.
9 9 y b y
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[To-BuauMomy,  mpouecc  HeWpanu3aluMM  HOPOXOAUT  HECKOJIBKO  3TalloB.
3aKIIIOYUTEIbHBIN 3Tal, Ha KOTOPOM IPOUCXOIUT OKOHYATEIbHBIH BBHIOOD MEXIY
J0pCcaabHON M BEHTPAIBHOM Cyb00i1, 0XapaKTepU30BaH JOCTATOYHO MOJIHO. OHAKO,
MOJICKYJIIDHbIE ~ MEXaHM3MbI, CO3JAlOIlMe MNPEANOChUIKM  HeWpanu3almuun U
dbopmupyOIKE TO, YTO SKCHEPUMEHTATOPHl HA3bIBAIOT "OCHOBHBIM COCTOSTHHEM',

MOKa eIlle HE PACKPBITHI.

[lepcrieKTUBHBIMU MIPEJICTaBISIOTCS u CPaBHHUTEIHHO-IMOPUOIIOTUYECKUE
MCCIICIOBAaHHSI MEXaHU3MOB HEHpaNbHOM MHIYKIIMH BTOPHUHOPOTHIX. [IpHu n3ydeHun
¢dbopMUpOBaHUS paluaIbHO CUMMETPUYHOIO 3a4aTKa TeJla MOPCKOIO €ka BO BpeMs
Metamopdo3a OunarepalbHONM JUYUHKH BBIICHHIOCH, YTO pPa3BUTHE HEPBHOU
CHCTEMBI B3POCIIOTO )KUBOTHOTO 3aBHCUT OT MHIYKTHBHBIX BO3JIEHCTBUN CO CTOPOHBI
Me30/IepMaIbHOTO 3a4aTKa, a UMEHHO CO CTOPOHBI JieBoro ruaporens (Minsuk, Raff,
2002). Xupypruueckoe yAajleHUE apXEHTEPOHA Ha CTaJWU TacTpyJbl MPENSTCTBYET
MOSIBJICHUIO 1IEIOMMUYECKUX TOJIOCTEH, @ OTCYTCTBHE JIEBOTO LIEJIOMUYECKOIO MEIIKa
OCTaHaBIMBAeT 0Opa30BaHHWE MMArMHaIbHOTO JMucKa. [lokazaHo, YTO WHIYKTHBHBIN
CHUTHQJI CO CTOPOHBI ME30JE€PMbI LIEJTOMHUYECKOTO MeEIIKa, HEOOXOIUMBIN I
pa3BUTHSI HEPBHOM CHCTEMBI, BBI3BIBAET JKCIpeccuio TeHa FHeARS, KOTopblii

koaupyeT gepMmeHT apuicyibdatasy (Haag, Raff, 1998).

17.6. AHTaroHMCTHYECKasA HANMPABJICHHOCTH JAeiicTBUsA OeqkoB BMP u Chordin

Kak ¢pakTop cnenrpuKanuy KJIETOK Y aCHUAHI.

AHTaroHMCTHYECKUE OTHOWICHHS MEXTy (GakTopamu, TNPUHAUISKAIMAMH K
cemeilictey BMP, u xopauHoMm, Jiexaline B OCHOBE HEWpalu3alyUd y MO3BOHOYHBIX
’KMBOTHBIX, BUJUMO, UMEIOT OoJiee MUPOKOe pacnpocTpaHenue. Tak, y acuuanii Obut
M30JIUpPOBaH ToMoJor Bmp-2/Bmp-4. IlepBoHa4albHO MpEAIONIarajioch, 4YTO OH
UTpaeT TaKyIo K€ pOJib aHTAarOHUCTA Helpanu3aiuu, kak Bmp amdudwuii (Miya et al.,
1997). Onnako, HU JTIOKATU3aIUs SKCIIPECCUU TeHa Bmp-2/Bmp-4, HA OTBITHI 110 €T0
CBEPXIKCIIPECCUU HE JAIOT OCHOBAHMN CYMUTaTh, YTO OH YYacTBYeT B HMHIYKIHMHU
HepBHOU cuctembl. OKa3anock, uTo aHTaroHusM mexay Oenxkamu BMP u Chordin,
TEM HE MEHee, HCIIOJIb3YyeTCs y acuuanid npu auddepeHnnanuy Ipyroi CUCTEMBI, a

HMCHHO IIpU CHeI_II/I(I)I/IKaI_II/II/I IMUTMCHTUPOBAHHOI'O TIJIa3Ka JIMYHUHKHU. PaszButne
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MUTMEHTHPOBAHHBIX KJIETOK HEPBHOW CHCTEMBl JIMYMHOK ACHMIUH MOjapa3iessieTcs
Ha TpW dTama. Ha mepBoM sTame 1moJ MHIYKTUBHBIM BIMSHAEM OCHOBHOTO (hakTopa
pocta pubpodiacroB bFGF, koTopblil BhlpabaThiBaeTCsl BET€TATUBHBIMU KIIETKAMHU,
MIPOUCXOIUT HEHpanu3anus 4acTH IKTOJepMAbHBIX OnmactoMmepoB. Ha cremyromem
stame (cTamus TacTpyiel) moa BiausHuemM BMPb, kotopwiii BeIpabaTbiBaeTcs B
JaTepalbHBIX 30HaX HEPBHOIO TsDKa, HEKOTOpPble KJIETKM HEPBHOIO 3ayaTka
cnenuUIUpPyOTCS Kak NUTMEHTHble. HakoHem, Ha CTagull XBOCTOBOW ITOYKH
NUTMEHTHBIE KJIETKH, PAclOJ0XEHHbIE B IEpeaHed 001acTH 3adyaTka MO3TOBOTO
nmy3blpbka, mox BiusHueM BMPb nuddepeHnupyroTcss Kak 3JI€MEHTHl OpraHa
paBHOBecHs --- omoyucma. OaHaKo, 6oJee KayTalbHO PACHIOI0KEHHbBIE TMTMEHTHBIC
KJIETKH OKCIPECCUPYIOT XOpPAMH, KOTOPBIH TMOJABIsAET akTHBHOCTH BMPD.
BcernenctBue 3Toro 31ech pa3BHBAETCS HE OTOLMUCT, a APYrol OpraH 4yBCTB ---

MUTrMEHTHpOBaHHBIN ri1a30k (Darras, Nishida, 2001a).

Eme oqun npuMep aHTaroHMCTUYECKUX B3aUMOOTHOUIEHUN MEXAY UHIAYLHUPYIOIIUM
curHagoM BMP u XopIMHOM IEMOHCTPHUPYET MPOLECC UHAYKIMU XOPAbl Y aCLUAUM.
Xopnaa y TMUYMHOK acuuanid oopasoBaHa 40 KJIeTKaMH, KOTOPBIC MPEACTABICHBI IBYMS
MONYJIALUAMYU --- IEPBUYHON U BTOPUYHOM. [lepBUuHas momyJsisuus, COCTOSIIAS U3
32 KJIETOK, MPOUCXOAMT M3 MNEPEIHUX BET€TaTUBHBIX OnacTromMepoB (IHHUS A),
BTOpUYHAs --- W3 3aJHUX BereTaTuBHbIX (MuHMUS B). IlepBuunas mnomynsuus
CHEU(PUIPYETCS] B IEPUOJ S5-TO U 6-TO IUKIOB APOOJICHUS 3a CUET MHIYKTUBHOTO
BO3JICUCTBUSL CO CTOPOHBI MPE3YMNTHBHBIX JHTOJEPMAIBHBIX OJAaCTOMEpPOB. ITOT
mpouecc oO0yCNOBIIEH HECKONbKMMH curHamamu. CHauama, Ha craguun 24
O6nmacromepoB, mojn neictBueM (¢akrtopa, poactBenHoro bFGF, mnpoucxomut
cnenuduKaIys KIeToK nepBudHOM xopabl. [lo3nHee, Ha craaun 44 Gi1acTOMepoOB, B
MEepeHuX SHTOAEPMANBHBIX KIETKaxX JKcmpeccupyercs reH HrBMPb (romonor
BMP2/4). Obpa3yromumiicss B pe3yJbTaTe 3TOW 3Kcmpeccuu Oenok cemeiictea BMP,
MO-BUJIMMOMY, TaKke HeoOXOIuM IJsi MHIYKIUU XopAbl. Bmecte ¢ TeM BO Bcex
cocemqHUX OnmacToMepax Jkcmpeccupyercss reH Hrchordin --- antaronuct BMP.
Kietku, cuHTE3UpYIONIME U CEKPETHPYIONINE TOMOJIOT XOpANHA, HE MOANAIAI0T MO/
neiicteue BMP-4 u He mnpeBpamaroTcs B KIETKM XopAabl. B ombiTax 1o
cBepxakcnpeccun Hrchordin Taxke OBUIO TOKa3aHO, YTO YCHJICHHAash BBIPaOOTKa

aToro ¢akropa nojaasiset oopasoBanue xopasl (Darras, Nishida, 2001b).
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17.7. ®@axkTopsl pocta GuOP006IACTOB KAK MHAYKIMOHHbIE CUTHAJIbI

dakTopel pocta ¢GubpobdracToB, oOpazyromme OOMIMPHOE CEMEWCTBO OeIKoB
(cemeiictBo FGF, ot --- Fibroblast Growth Factor), urpator BaxHyi poib B
pasBuTHn kUBOTHBIX. 1lIlupoko m3BectHsl romosiorn FGF y Ecdysozoa, y koTopbIx
9TH CHUTHAJIBHBIE MOJIEKYJbl HEOOXOMUMBI JUIsi MUTpanuu KieTok. Hampumep, y
Hpozodwitbl ren branchless KOHTPONIHPYET MHUTPAIUIO KIETOK Tpaxed M BETBJICHHE
tpaxeil. Y Caenorhabditis ponctBeHHbIN fgf TeH egl-17 cBs3aH ¢ MuUrpamueit

MHUO00JIACTOB B 00JIaCTHh TOHAIEL.

VY no3BoHOuHBIX napakpuHHble FGF-curnansl Hapsay ¢ peryisuueil CKopocTu pocTa
3apo/iblIlla y4acTBYIOT B ClIEU(HUKAILIMY ME30AEpMalIbHOIO U HEHpaNIbHOrO 3a4aTKOB,
a TaKke ciyxar (akropoMm (QOpMHpPOBaHUS NepeaHe3agHe ocu Tena. Eciam ¢
IIOMOULIBI0 JKCIIEPUMEHTAIBHO BBI3BAHHOM OJKCIIPECCHM JAOMUHAHTHBIX HEraTHBHBIX
peuenTopoB 0o0UThCS moaaBiaeHus Bocnpusths FGF-curaanos, TO NpoOUCXOAUT
HE/IOPa3BUTHE 3aTHUX CTPYKTYp 3apoibima. B skcriepuMeHTax in vitro oOHapyxXeHo,
yto Hanmumune Mosiekys FGF crmocoOcTByeT Helpanuzauu SKTOIepMbl aHUMaTbHBIX
manouek Onactynsl Kecenonyca. B omnbiTax Ha KypuHBIX SMOpHOHaX OBLIO IMOKA3aHO,
9TO JUI HEWPaTbHON CrielU(HUKAIMNA HEJJOCTATOYHO JIHIIB oHOTO (akTopa Chordin.
Ha panHux sTanax Helpaiau3auuu y Kypuilsl KiroueByto posb urpaer FGF (Wilson et

al., 2000; Streit et al., 2000).

VYuaactne FGF curnanmara B (GOpMHpPOBaHMM ME30ACPMAIBHBIX W HEHPaJIbHBIX
IIPOU3BOJHBIX, TIO-BUJUMOMY, XapaKTEPHO Ul BCEX XOPAOBBIX. Bo BCskoMm ciydae,
ecTb JaHHble, 4YTO Yy 3aponbimeil acumauii FGF-curHamuHr takke MOXXeT OBITh
(dakTopoM MHAYKIMH Me30aepMbl. Hammpumep, B ombiTax ¢ pekomOnHanTHBIM bFGF
4eJI0BEeKa, ObLIO MOKA3aHO, YTO B M30JIMPOBAHHBIX OjacToMepax, MOTOMKH KOTOPBIX
dopmupyror xopay acuuauii, bFGF wuHIynmmpyer sKCHpeccHi0 TOMOJora TIeHa
Brachyury m obGecneunBaeT mocieayomyn auddepennuanuo xopasl. [leficTBue
bFGF nHa Mme3onepMainbHble OnacToMepbl, M30JIMPOBAHHBIE HAa CTAaAUU 32 KIETOK,
WHAYIHpYeT pa3BuTHEe Me3eHXuMbl. B orcyrctBum bFGF st Gmactomepst "mo
ymomuaHutro" (T. €. B JAaHHOM cily4yae II0J BIUSHMEM MAaTE€pPUHCKHUX
[IUTOIUIA3MAaTHYECKUX JIETEPMUHAHTOB) 00pa3yloT Mblmeunbie kietku. FGF y

acIUIMN MOXET CIy>)KUTh Takke U HelpanusyroomuM (axtopoM. Ecnu Ha craaun 8
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6HaCTOMepOB HU30JIMPOBATHL TMCPCAHNUC AHUMAJIBLHBIC KIICTKH, TO OHU IIPU I[eI\/JICTBI/II/I
FGF onu o6HapyXuBarOT crmocoOHOCTh MU(dEepeHITMPOBATHCS KaK KICTKA HEPBHOM

IPUPOIBI M SKCIIPECCUPYIOT CIIEU(PHUECKUE JIIsl HEPBHOM CHCTEMBI MapKEPhI.

17.8. MexxKkJ1eTOYHAsl, HJIM KOHTAKTHASA WHAYKIUA

[ToBpiieHNE pa3pemaronieil CrHocOOHOCTH METOJOB aHallh3a CHOCOOCTBOBAJIO
OTKPBITUIO CTPOTO  JIOKAJIM30BAHHBIX HWHIYKTUBHBIX B3aUMOJCHCTBUNA MEXAY
OTIETBLHBIMU  KJIETKAMH, KOTOpble 00€CeunBalOT CBOEro poja '"TouedyHyro"

CHeIH(PUKAIHIO.

17.8.1. MexkaeToYHAS HHAYKIMS ¢ IOMOUIbI0 NAPAKPUHHBIX (aKTOpPOB.

Cneunduxamusi ¢doropenentopo riaza J[pozopuanl. Spkum npumepom
MEXKJIETOYHONH WHAYKIIMH CIYKUT crielupukanus GoTOpelenTOPHbIX KIETOK Tia3za
HacekoMbIX. CnoxHbli a3 D. melanogaster cocrout mnpumepHo u3z 750 - 800
CBETOYYBCTBUTENbHBIX 3JIEMEHTOB, WM oMMaTuaAueB. Kaxaplii oMMaTuauii cocTouT
u3 23 mo-pazHoMmy au(epeHupOBaHHBIX KJIETOK, @ TOM YHCIE€ HMMEET BOCEMb
CBETOUYBCTBHUTEIBHBIX HEHPOHOB --- (oropenentopoB. Hawanmo pa3Burus
OMMATHUJUEB TPUXOTUTCS Ha JHYMHOYHYIO CTaJWI0, KOTJa Ha 3aJHEeM Kpario
MMarvHaJbHOTO JMCKa IJla3a MOSABISETCS TaK Ha3blBaeMas MopgoceHemuyecKas
bopo30a, onepeyHoe yriayOsaeHne SMUTENNaIbHOTO MJIacTa, KOTOPOEe B BUAE BOJIHBI
nepeMenaeTcss mo AWCKY B IMepeaHeM HampasieHuu. CreayeT MOJ4epKHYTh, UTO
IBIDKEHHE OOpO3/bI HE CBSI3aHO C JBM)KEHUEM KIIETOK, a OINPEENSIETCS JIOKAIbHBIM
n3MeHeHueM (opmsbl Ki1eTok. [losiBiaeHre 60po3abl KOpPPENIUpyeT ¢ CUHXPOHU3AIMEH
KJIETOYHOTO IMKJIAa W 3aKiaakod ommartuaueB. IlpoaBmwxkenue Oopo3nsl B
3aJHETepeTHEM HAIPaBICHUH KOPPEIUpPYeT C WHHUIMALMEH SKCIIPEeCCHU TEHOB,
y4acTBYIOIMX B crenudukanuu GoropenentopoB. BrionHe BeposSTHO, YTO UMeEeTCs
MPUYMHHAS CBSI3b MEXKAY MEXaHWYCCKUMHU HM3MEHEHHSIMH CUJI HATSHKCHHS IUIacTa,
BEIYIIMMHU K 00pa30BaHUI0 MOP(HOJIOTHIYECKH PA3THIUMON OOPO3/bl, U BKIIOUCHUEM
reHeTUYeCKoil  mporpammbl  muddepeHuuanuu  ommaTtuaueB. [IpoaBukeHue
MoporeneTnyeckoil 60po3/abl CBA3aHO ¢ aKTUBHOCTBIO T€HOB sine oculis (so), eyes

absent (eya) n dacshund (dac).
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[Mopsnok cremudukanuu GoTopenenTopoB oMmatuaus (0T rped. Oppe --- Tia3)
cTtporo 3akoHoMmepeH. OHa Bcerga HaumHAETCs ¢ BocbMmoro ¢ortoperientopa (R8),
3aHUMAIOIIETO LEHTpalbHOEe MecTononoxkenue (puc. 17-21). Ilog BausHHEM
WHIYKTHBHBIX BO3JCHCTBUI CO CTOPOHBI R8 mpomcxomaut momapHas crienuuKamus
perienitopoB R2/RS, R3/R4, u RI1/R6. Ilociaeanum B 3TOT MPOIECC BOBJICKACTCS
doropenenrop R7. Ilpomecc cnemudpukanuu R7 omocpemnoBaH 3mnuaepMambHBIM
¢dakropom pocta. MexaHU3MbI BbIOOpA ICHTPAIBHOTO (OTOpEIenTopa U3 TPYIIIBI
HEKOMMUTHPOBAHHBIX KJIETOK, pabOTalolIie C BBICOKOM TOYHOCTHIO, B HACTOsIICE
BpEMsI HEU3BECTHHI. TeM He MeHee, YCTaHOBJIEHO, YTO, Ka3aJoch ObI, JOCTAaTOYHO
aJIeMEHTapHbIA Tiporiecc auddepeHmanuu (HOTOpeuenTopoB Tiaza, ONPEeAeIIeTCs
B3aMMOJICIICTBUEM uembipex c2pynn e2enog. l'ennl atonal, daughterless, hairy,
hedgehog ydacTByIOT B crienudukanuu oyaymux ¢goropernentopos R8. ['erst Notch,
Delta, Epidermal growth factor receptor, scabrous wu nap. 00ecTICUHBAIOT
3aKOHOMEpPHOEe  pas3MelieHue  Oyaymmx  (OTOpEelenTopoB  Ha  IUIOCKOCTH
SMHUTENHATBHOTO TIacTa. ['eHbl senseless, rough, spalt major HEOOXOTUMBI LIS
muddepennnanun GoropenentopoB. MHIyKTUBHBIE BO3AEHCTBUS CO CTOpOHBI RS,
UHUIMUpYonme AuQQPEepeHInanuo COCEeAHUX KIETOK, O00ECNEeYMBAIOTCS T'€HAMHU

spitz m boss.

Jlo o6pazoBanus MOpdOTreHeTHUECKO 00po3nbl TeH atonal (ato) 3Kcmpeccupyercs
BJIOJIb 3a/HETO Kpas MMardHajgbHOro aucka rnasa. Ilocie oOpas3oBaHus OOpO3.bI
SKCIpeccHst ato 00HApYKUBACTCS B BUJIE CPABHUTEIBHO MIMPOKOM MOJOCHI B O0JIACTH
camoii 6opo3abl U mepen ee nepeaHuM Kpaem (puc. 17-22). Brmepeau ot 60po3ms
dKCIIpeccupyeTcs Takxke reH hairy. [lo3aam 60po3apl HAOMIOAaeTCsS aKTUBHOCTD T'eHA
hedgehog, a B camoii Ooposne »skcrupeccupyercs decapentaplegic. Tlo wmepe
MPOXOXKICHHUS OOPO3JIbI, MPOIECC, KOTOPBIH 3aHMMAET OKOJIO JBYX CYTOK, PHCYHOK
aKTUBHOCTH af0 BHJIOM3MEHSETCS. BMecTO CIIONIHON TOJOCHI SKCIPECCHH TENephb
HaOIOAIOTCA PETYJIAPHO PAaCIONOKEHHbIE 000co0JeHHbIe Tpynmbl KieTok. Co
BPEMEHEM SKCIPECCHsl afo COXPaHAETCS JHIIb B OTACIBHBIX KIETKAX, KOTOpPHIE H
narotT Hadayo (oropernentopam R8. Ilpenmonaraercs, uto 000cOOJIeHHWE TPYyIII, a
3aTe€M U OTIENBHBIX KIETOK, SKCIPECCUPYIONIUX (f0 TPOUCXOAUT B CHIY TOTO, YTO
OenkoBbIil  (pakTop Ato uyepe3 mpoMexyTouHble 3BeHbs (scabrous, rhomboid)
WHAYIHPYET IKCIPECCHIO TeHOB Nofch W rough, MPOAYKTHI KOTOPHIX MOJABIISIOT

aKTUBHOCTb afo B cocegHMX KieTkax (puc. 17-23). Takum oOpa3oMm, pHUCYHOK
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pacmpeneneHus KIETOK, Jalimux Hadano Qortopenentopam RE8 B miockocTu
AMHUTENHAIBHOTO IUIACTa WMAarvHAJIBHOTO JIMCKA, SKCIPECCUPYIOIMMX TeH ato,
BO3HMKACT HAa  OCHOBE  JIATEPAJbHOrO  WHTUOMpoBaHWsA.  JlanmbHelmas
muddepennmanys R8 cBs3aHa ¢ aKTUBHOCTBIO TEHOB Sensless (sens) u rough (ro)

(puc. 17-24).

@opmupytommiics  gortopenentop R8  chayxur mepBoHavyanbHBIM  (HO  HE
€IMHCTBEHHBIM) MCTOYHUKOM Oenka Spitz (Spi), KOTOpBI CEKpETHPYETCs BO
BHEIIHIOIO Cpelly, U B KauecTBE JIMTaHAa B3auMojeicTByeT ¢ peuentopamu EGFR
OKpYyXXalIMX KJIETOK. B pe3yimpraTe 3TOr0 B3aUMOIEHCTBUS HHIYLUPYIOTCSA
ocTalibHble ceMb (oTopenentopoB. KneTku, naromume Hayano (oTopenentopam
R2/RS, no-BuauMoMmy, SIBIISFOTCS HCTOYHHUKOM CHTHAJIBHBIX MOJIEKYJI, HEOOXOIUMBIX
st cienudukanuu napHeix  poropenentopo R3/R4 m R1/R6. MuTepecHo, uTo
LEHTpaJIbHas KiIeTKa R8 He TOJBKO CIIy’)KHT MecTOM 00pa3oBaHMs OOIIEro JJIs BCeX
¢doropenenTopoB curHama Spi, HO W SIBISETCS YHUKAIbHBIM HCTOYHHKOM JIMTaHJA
TUpo3uHKKHa3Horo peuentopa Sevenless (Sev RTK) --- curnaneHoro Genka Boss
(Bride of sevenless , T.e. "HeBecTa sevenless"). IMenHO Onaromaps cienupuaeckoMy
B3aumozeiicTeuio Mexy Boss u Sev RTK aktuBupyercst MAP-kuHa3HbIA CUTHAIUHT
U, B KOHEYHOM CYeTe, OCYIIECTBIICTCS MHIAYKIMA HemapHoro ¢oropenentopa R7.
[Tpu myTtanmu reHoB boss u sev ¢oropernentop R7 He oOpa3yercs, a BMECTO HETO ---

M0 YMOJIYaHHUIO --- BOSBHHUKACT XPYCTAJIMKOBAA KJICTKA.

I'eneTnyeckast cucTeMa yIpaBJICHUS Pa3BUTHEM TUia3a B pa3BUTHH Jpo30oduibl Oblia
OJIMCTATENILHO MOATBEPXKICHA B DKCIIEPUMEHTAX MO (OPMHUPOBAHUIO SKTOIMUICCKHIX
r7la3 B UMaruHajdbHBIX UCKax KpbuibeB, HOT M aHTeHH (Halder et al., 1995; Shen,
Mardon, 1997). D11 pe3yabTaThl ObUIM MOJIYYEHBI IIyTEM CKPEIIUBAHUS JIBYX JTUHUN
MYyX, OJHa KOTOPBIX UMeJa IPOXOKeBOM akTuBaTop Tpanckpunuuu GAL4, a apyras --
- CBS3aHHBIC C pAa3BUTHUEM TIJa3a TEHbl, HAXOMASAIIMECS TMOJ KOHTPOJEM STOU

aKTHBaTOpHOfI MIOoCJICA0BATCIBHOCTH.

Cnemnduxamus sutomepmnl 'y Caenorhabditis elegans. [Ipyrum mnpumepom
MEXKJICTOYHOH MHIYKIUH MOYKET CIIY)KHTh CIeIM(UKALS SHTOIEPMBI Y TOYBEHHON

Hematonel C. elegans. Kumeunuk y C. elegans oOpa3oBaH ABaALIaThIO KJIETKAMH,
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Npou3BONHBIMU  Omactomepa E, o00ocobineHne KOTOpPOro MPOHMCXOAUT  HA
BOCBMUKJIETOUHOU cTaauu nociie aeneHus kietku EMS. Ilpu cBoem nenenun EMS
obOpazyer Omactomep E, cTBoIOByrO KIeTKy KullleuHuWKa, W Omactomep MS,
MIPOU3BOIHBIE KOTOPOTO JAFOT KIJIETKH TJIOTKH, MBIIIIBI CTEHKH TEIa, COMAaTHYECKYIO
TKaHb TOHAJ, HEHPOHBI U HEKOTOPBIE APYTUe TUIIbI KJIETOK, HO HUKOTIa He 00pa3yer
SHTOJEPMANBHBIX KIeTOK. Ecnu 6mactomep E uzonupoBars, a 3aTeM KyJIbTUBHPOBATH
in vitro, OH cOXpaHSET CIOCOOHOCTh K jaeneHUsM. OOpasyromiuecs B pe3yibTare
npojudepannd KIETKH DSKCIOPECCUPYIOT MapKEpHbIE DJHTOACPMANbHBIE TEHBl U
muddepeHIUpyOTCs Kak dHTOoAEepMaibHble. OHAKO, €CIM M30JIMPOBATH OacToMep
EMS Bckope mociae ero BO3HHUKHOBEHHS, TO CyAb0a CECTPUHCKHX KIETOK,
BO3HUKamOImMUX mociue aeneHuss EMS, He paznuuaercs: oHM 00e BeayT cebs

OJIMHAKOBO KaK KJIETKH MS 1 He 00pa3yroT SHTOAECPMBI.

DHTonepMalibHas crienudukanus oacromepa E 3aBUCUT OT cUrHama, UCXOSIIEro OT
kietkn P2. MeHHO o BIMsIHUEM 3TOTO cUTHaIa 6aactomep EMS nonsipusyercst u
JIENIUTCS Ha KJIETKH, UMEIOIIUE CTONb Pa3IMYHyIo Cybp0y. OKa3anock, 4To
CHETM(PUIMPY IO CUTHAII PeaTu3yeTCs B TIEPBbIE MHHYTHI KIIETOUHOTO ITMKJIA
omacromepa EMS (Goldstein, 1995). MccrnenoBanue mpupoIbl 3TOr0 CUTHaIa
NPUBEJIO K OTKPBITHIO B reHoMe C. elegans HECKOJIIBKUX T€HOB mom (More
Mesoderm). Tpu U3 HUX KOAUPYIOT OenKku, obecneunBaroniue Wnt curHanuar. ['en
mom-2 KoaupyeT OeloK, TOMOJIOTUYHbIN Oenky Wnt, a mom-5 xoqupyeT 0emnok,
ponctBeHHbI Oenky Frizzled, penenrropy Wnt mutekonmraronux. I'en mom-1, mo-
BUIUMOMY, KOAUPYET MENTH, HEOOXOIUMBIN 111 cekpern Mom-2. beiio mokazaHo,
qyt0o mom-1, mom-2, u mom-3 GyHKUMOHUPYIOT B MHAYLUpYIOLIeH kieTke P2,
y4acTBYS B CO3[IJaHUU U CEKPELIUU CUTHAIBHBIX MOsieKysn Wnt (Mom-2). B
BOCIIpUHUMAIOIIEH curHai kiuetke EMS akTuBeH mom-5, co3naromuid peuenTopHbIe

MOJIEKYJIbI, U mom-4, GyHKIMS KOTOPOTo MOKa eIIe He OIpeeiIeHa.

Nunymupyrommii  curHan Omactomepa P2 aktuBupyeT [-KaTeHWHOBBIM IyTh B
nensmemcs 6mactomepe EMS. HakannuBatomuiicst 31ech roMoJior B-KkaTeHHHA OeoK
WRM-1 B3aumozeiicTByer ¢ MarepuHCKUM (akropoMm TpaHckpuruun POP-1
(cemeiictBo Tctf/Lefl). Onnako, B OTAWYHE OT TOTO, YTO MTPOUCXOJNUT Y TTO3BOHOYHBIX,
WRM-1 (B-xatenun) He aktuBupyer, a uHruobmpyer POP-1 (Tcf/Lefl). Ora
OCOOCHHOCTb, MO-BUAUMOMY, SIBISIETCS KPUTHYECKOM ansd  creuuukanuu

sHTOAEepMbl. WRM-1, coemgunssice POP-1, BbikimtouaeT (yHKIHMIO MOCIETHETO,
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KOTOpasi COCTOMT B MPEAOTBpAIIeHUH OOpa3oBaHUS JHTOAECPMBL. Takum o00Opazom,
curHar Wnt HeoOxoaum s BeIKIrodeHUs: ¢yHkuuu POP-1, uro oOecreunBaer
cnenudukanuio Onactomepa E, kak mnpeaniecTBEHHHKAa KIETOK AHTOAEpMaibHOU
nunauu. [loka ocraercs 3araakoi, kKakum oOpa3zoMm B3aumojeiictBue P2 um EMS
MO3BOJISIET OJTHOM M3 JouepHUX Kietok EMS dopMupoBats Mezonepmy, a apyroi ---
SHTOJAEpMY. BO3MOXHO, YTO acHMMMETpHsl JTOro mporecca O0yCIOBICHA
HEPABHOMEPHBIM PACIIPENICIICHHEM KAaKUX-TO MATEPHHCKHX (PAKTOPOB, KOTOPHIC

BJIMAIOT HA XapaKTCP BOCHPUATUA OAHUX U TCX KE€ CUT'HAJIOB B KIICTKAX E u MS.

Pone MatepuHCcKHX (PAaKTOPOB B paHHEW crieln(UKALUHN KIETOK JpoOsIIerocs
3apoasimia Caenorhabditis unnrocTpupyercs ciaeayomum npumepom. Kpome yxe
H3BaHHOTO POJYKTa reHa popl UMeeTcst U Apyro MaTepuHCKHMA
TPAHCKPHUILIMOHHBIN (hakTop --- 6estok Skn 1 (Bowerman et al., 1992,1993). benok
Skn 1 uMeeT aMHHOKHCIIOTHBIE TIOCIIE0OBATEIBHOCTH, XapaKTEePHbIE IS
romeosioMeHa 1 bZIP. Dtot 6enok koHIEeHTpUpyeTcs B 61actomepe P1, Toraa kak B
6macromepe AB u B ero motomkax oH orcyTcTByeT. @akrop Skn 1 cymecTtByer
HEMPOJOJLKUTEIBLHOE BPEMS M UCUE3AET y>KE€ Ha CTAAUU 12-M KIIETOK. Y 3apOobIlIeH,
MOJIyYEHHBIX OT CAMOK, MyTaHTHBIX 10 TeHy Skn/, cneunukarus npou3BoaHbIx Pl

--- 6bnactomepoB E u MS --- napymaercs.

17.8.2. MekK/eToOYHbIe B3aHMOACHCTBUS ¢ TMOMOIIbK KKCTAKPHHHBIX

(daxkrTopos.

[lepenaya MHAYIUPYIOMIUX CUTHATIOB OT KJIETKU K KJIETKE MOXKET MPOUCXOIUTH U 0e3
CEKpelHH MapaKpUHHBIX (PAKTOPOB, HO MyTEM HEMOCPEICTBEHHOTO B3aUMOICHCTBUS
CUTHAJIBHBIX MOJIEKYJI M MX PEIENTOPOB, BCTPOCHHBIX B IJIA3MaTHYECKHE MEMOpaHbI
KIeTok. Takoil TWUN B3aWMOJAEWCTBUN TO3BOJISIET KOHTPOIUPOBATH BBHIOOp MYTH
pPa3BHUTHUS B 3aBHCHMOCTH OT JU(D(HEPEHIIMPOBOYHOTO CTaTyca KICTOK, HAXOISIIUXCS
B HEMOCPEICTBEHHOM KOHTAaKT€. OJTOT THI MEXKKJIECTOYHBIX B3aUMOJCHCTBUHI
obecrieunBaeTcs, HANMpPUMEpP, MIUPOKO PACTPOCTPAHEHHOW Y >KUBOTHBIX CHUCTEMOU
npoBeneHus: curHanoB Delta/Notch. Dta cuctema curHaJIMHTa, BIIEPBBIC OTKPHITAs H
nopoOHO uccienoBanHas y Jpo3oduiibl, UrpaeT, Kak 0Ka3ajaoch, BAXKHYIO POJb U B

AMOpHOTEHEe3e MICKOIMUTAIOIIUX.
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OcobenHocThio curHanpHON cucteMbl Delta/Notch siBisiercst To, 4TO Kak MOJICKYJIbI-
muranael (Delta, Serrate), tTak uw ux pemnentop (Notch) mpencraBisitoT coOoit
WHTETpaJbHBIC OCIKU IJIa3MaTHYECKMX MEMOpaH, W, B CHIY ITHX OOCTOSTENBCTB,
MOTYT OCYIIECTBJISITH B3aMMOJICHCTBHE TOJNBKO MEXKAY KIETKaMH, KOTOpBIE
HaxoJATCS B HETIOCPEACTBEHHOM KOHTaKTe (puc. 17-25). OOBIYHO 3TH KJIETKH BXOJAT
B COCTaB OJHOM KJIETOYHOM MOIYJALUHU, T.€. UMEIOT OOIIYI0 HUCTOPUIO PAa3BUTUS H

OJMHAKOBBIC ITIOTCHIINHU.

CBoeobOpa3zue Notch-curnanmHra cCOCTOUT B TOM, YTO TIPH B3aUMOJCHCTBUN MOJICKYJI
JUTaHJa ¥ PEeLenTopa MPOUCXOAUT aKTHBAIUS MpPOTea3bl pearupyromieid KIeTKH, B
pe3yJbTaTe KOTOPOM OTHIEILISETCS BHYTPUKIETOYHBIN JOMEH perentopa --- Notch,
[Tocnennwmii moctymnaer B s11po, rae B3aumoaeictsyer ¢ JIHK-cs3piBaronum 6emkom,
Hanpumep, ¢ 6enxom Su(H) (Suprtessor of Hairless) u cTaHoBUTCS 37€MEHTOM

KOMIUICKCHOTO TPaHCKPHITIIHOHHOTO (hakTopa (puc. 17-26).

WMunnmanust TpaHCKPHUIIIUY TeHOB MUIIIEHeH, 00yCIoBIeHHAs 3THM (paKTOpOM, BEIET
K JBYM TIOCIEACTBHSIM. Bo-mepBbIX, B KJIETKe, BOCHpHHsABLICH curHan Delta,
BKIIIOYAIOTCS TEHETUYECKHE TMpOrpaMMbl crenu(ukanuu KIETKH. Bo-BTOPBIX,
KOMIIIEKCHBIA TPaHCKPUNIMOHHEIH (akrtop Thma Notch®/Su(H) ocymectsuser
PEryJIsUI0 aKTUBHOCTU T'€HOB, KOHTPOJIUPYIOMIMX BbIpaboTKy surangos (Delta u

T.IL.).

B Tex ciywasix, korma 3Ta peryJisiiis HOCUT OTPUIIATEIILHBIN XapaKTep, B MOMYJISIIIIN
MPOUCXOJUT JamepanivbHoe uHeubuposanue: KIeTka A, KoTopas BbIpabaThIBaeT
0OJbIINEe KOJMYECTBA JIMTAHJOB, B3aUMOJCHCTBYIOMMX C pementopoM Notch,
noOy:xnaaer coux coceneit (b, B, I') yMEeHbIIUTh WK Aake MPEKPATUTh BHIPAOOTKY
Takoro poja yuranaoB. Ocnabienne, a TeM 0ojee MpeKpalieHne CUHTE3a MOJICKYJI-
JUrasgoB B Kietkax b, B, I' BeaeT k cTaOmaM3aliuyi CHHTE3a JIMTAaHOOB B KIETKEe A
(puc. 17-27). Takum obpa3oM, Or1arogapsi BOSHHUKIIEH MeTe 0OpaTHOW CBS3M KIIETKa
A, ¢ OIHOW CTOpPOHBI, U OKpyXxarwiue ee kinetku b, B, ', ¢ apyroi, HaumHarOT
cnenu@UIMPOBaThCS B Pa3HBIX HampamieHUsX. [Ipu marepaibHOM WHTHOMPOBAHUM

moboe pasnuuyMe MEXAy KIeTKaMd JaHHOM  MOMyJIALWH, 3aTpardBarollee
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curHasbHyto cucteMy Notch/Delta, kakuM Obl MaJIbIM ¥ CIIy4allHBIM OHO HH OBLIO

BHaYaJIC, YCHUJIIMBACTCA U NIOAACPKHUBACTCA B TCUCHHUE BCEI'o II€pUoaa CHCI_[I/I(i)I/IKaHI/II/I.

[Ipumepom Notch-curnanunra, BbI3BIBAIONIETO JIaTEPabHOE HWHTUOMPOBAHUE Y
MJIEKOITUTAIONINX, MOXET CIYXHUTh IuddepeHanus HeipoOiaacToB B HEpBHOU
TpyOKe. B HenmocpeacTBeHHO# OJIM30CTH OT MOJIOCTH HEPBHOW TPYOKH PACIIOIOKECHA
npoiudepaTiBHas 30Ha, B KOTOPOW MPOUCXOAMUT PENPONyKIUs KiIeTok. KieTkw,
HaXOJALIMECs B 3TOU 30HE, IKcHpeccupytoT Notch-1. Te KIeTKH, KOTOPBIE BBIXOIST
U3 nponudepaTUBHONO IUKIAa U, IOCTyMas B MaHTUHHYIO 30HY, HA4YMHAIOT
nuddepeHIpoBaThCs, XapakTepu3yroTcs mosiBneHuem Oenka Delta-1. brnaromaps
3TOMy HaudaBmme auddepeHnnanuo HEHpoOIacThl OCYIIECTBISIOT JIATEPATbHOE
MHTUOMPOBAHNUE COCEIHUX KIETOK, MOTEHIMAIbHO CIIOCOOHBIX BCTaThb Ha MYTh
Helporenesa. AKTHBHpyIoumiicss moj nedctBueM Delta-1  pemenrtop Notch-1
MHTUOMPYEMBIX KJIETOK OTIEINISIeT HUTOIUIa3MATUYECKUN JIOMEH, KOTOPBIA BXOJIUT B
COCTaB KOMIUIEKCHOTO TPaHCKPUIIIMOHHOTO (akTopa. [lon BIuMsHHEM MOCIEIHErO
HAauMHAETCA JKcnpeccus reHa Hes). benok HesS ciayxut cynpeccopoM TIeHOB
Neurogenin n Mash 1 (puc. 17-28). AkTuBHOCTH TeHa Mash [ HeoOXxoauma st
muddepeHranu  HeWpoOIacTOB. AKTHUBHOCTh TeHa Neurogenin BaxHa JUIs
BbIpaboTKu Oenka-nmurannga DII-1. [TosTomy akTuBarus skcripeccuu rena Hes 5 He
TOJIBKO OJIOKMPYET HEUPOHOTEHE3, HO M PE3KO CHIKAeT BhIPaOOTKy smranaoB Delta-
1. Knerkm, mnazmatudeckue MeMOpaHbl KOTOPBIX JHIIEHBI juranno Delta-1,
YTPayuBaIOT CHOCOOHOCTb IOAABIATH CHEHU(PHUKALUI0 HEHPOHOB. AHAJIOIMYHBIE

pe3yJIbTaThl ObUIM MOYUYEHBI TAK)KE MPU MUCCIEI0BAHUY PbIO, aM(puOMii U nTuL.

JlarepanbHOE WHTMOWPOBAHUE CITY)KUT BAKHBIM WHCTPYMEHTOM, KOTOPBIH ITO3BOJISIET
HapalyBaTh Maccy HEWpoHOB mocrteneHHO. OO0 3TOM  CBHICTENbCTBYIOT
SKCMIEPUMEHTBI ¢ JOMHHAHTHBIM HETATUBHBIM JurangoMm Delta-1"" Ha KypuHbIX
3apojpiax. beio mokasaHo, uto skcnpeccus aedexkrtHoro Oenka Delta Gnokupyet
Notch-curnanuar u natepanbHoe WHrHOMpoBaHue. [Ipy 3TOM B ceTdaTke KypHHOTO
9MOpHOHA TPOMCXOAWNIA MpeXIeBpeMeHHas andepeHnnanys HEHpOHOB, IOCIe
KOTOPOH HE OCTaBalOCh KIIETOK, CHOCOOHBIX MPOJODKUTH MPOJIH(EparIHio.

Haob6opoT, B onbITax ¢ peTpoBUPYCHBIM BeKTOpoM Delta, moanepxuBarommm Notch-
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CHUT'HAaJIMHI BO BCEX KIICTKAX, HGﬁpOHOF@HG?. MMpCKpalajiCs, U BCC KICTKU COXpaHsJIN

nposrdepaTuBHBIN CTATyC, OCTaBasICh B HeANGD(HEPEHIIUPOBAHHOM COCTOSIHHH.

[TpuHUIMI TaTEepaTbHOTO UHTMOMPOBAHUS JIEKUT B OCHOBE IIMPOKOIO Kpyra sIBJICHUIA.
Hanpuwmep, npu popMupoBaHUM YyBCTBUTEIBHBIX METHHOK Y J{p030(duMIIbl U3 KIETKH
MPEIIECTBEHHUIIBI 00pa3yIoTCsl YeThlpe KIIETKM C pa3HOM Ccynp0oil, B TOM uucie
LIETUHKOBAsl KJIETKAa, BOPOTHUYKOBAs KJIETKA, HEWPOH U INHalibHas KieTka. llpu
BBIKIIIOUYCHUH (QYHKIMU Notch KieTKa-IpeAlIeCTBEHHUIA TaeT 4YeThlpe HeHpoHa.
Oyukuust Notch-curnanuara B 3ToM Mpolecce MpOsBISETCS TPKIBL, T. €. MOcIe
Ka)KJOro JeTeHHs, BEAyIero Kk odOpa3oBaHuio Bcel rpymimsl. [lepBrrit pa3 --- mocie
MEPBOrO JIEJEHMSI, KOTJAAa PacXOAATCs MyTH JUHUM IETUHKOBOM M BOPOTHUYKOBOM
KJIETOK ¥ JJUHUU HEUPaTbHOUN W TIIHaTbHOU KJIeTOK. BTopoit pa3 ¢yHKIHs 3TOro reHa
NPEJOIPEeIIIeT pacXoxkaeHue cyaed HelpoHa M TIHaTbHOW KIETKU. TpeTuil pas
Onmaronmapst J1aTepajbHOMY HWHTHOMPOBAHUIO  OCYIIECTBISICTCS  (HOPMHUpPOBAHHE
IIETUHKOBOM KJIETKM U BOPOTHMYKOBOM kieTku. Ha kaxmom osrtane Nofch
aKTHUBHPYETCS TOJIBKO B OJJHON M3 JIBYX KIETOK. ACUMMeTpUYHas sKcnpeccust Notch B
CEeCTPUHCKUX KJeTKax oOycJOBlieHa TEeM, 4YTO TpPH MHUTOTHYECKOM JEJICHUU
MIPOUCXOAUT HEPABHOMEPHOE DPACHPENEICHUE COCPEIOTOUYEHHOIO B KOPTUKAIbHOM
cioe Oenka Numb, KOTOpBI TMOAABISIET aKTUBHOCTH Nofch naxe TmpH

B3aMMOJIEHCTBUH ITOCIEIHETO C JIUTAHIOM.

Notch-CHTHAJTUHT IUPOKO HCHONB3YETCS MPH PA3BUTUU TJIHAJBHBIX 3JIEMCHTOB
ceTyaTku pbld M apyrux mno3BoHouHbIX (Vetter, Moore, 2001). ITox nelicTBuem
¢daktopoB bHLH wnaumnHaercs nuddepeHmuanus HEHPOHOB, B TOM UHCIE H
obpasoBanue nuranga Delta. AktuBanus perienitopa Notch Benet k skcnipeccun Hes
reHoB (POJACTBCHHBIX TreHaM apo3oduasl hairy u Enhancer of split), koTopbie
onokupyrotT auddepeHIUaI0 HEHPOHOB M CHOCOOCTBYIOT aKTHBAIIMA TCHOB,
cnenupuueckux s run, B gactHocTH, reHa GFAP (glial fibrillary acidic protein)
(puc. 17-29).

CBoeobOpazHas Moaupukanuss Notch-cUrHalMHra MMeercss y HeMaTol, Y KOTOPBIX
ormucana aktuBanus Notch-perentopa, Mo-BUAUMOMY, CBOOOJHBIM JIMTAHIOM. Y

Hemaroasl Caenorhabditis BuIsiBIEH TeH glp-1, CTpyKTypa KOTOPOrO TOMOJIOTHYHA
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ctpykrype Notch Jpozodunel. C momomipio penentopa glp-1, BcTpoeHHOro B
1a3MajeMMy TOHOLIMUTOB, MOCJIEIHUE BOCIHPUHUMAIOT CHUTHAJIbl KOHIEBOM KIIETKH
TOHAJIbI, TPEIOTBPALIAIOIINE MTEPEX0] OT MUTOTUYECKUX K MEHOTUYECKUM JICIICHUSIM.
VY peneccHBHBIX TOMO3WUTOTHBIX MYTAHTOB IO TeHy glp-I mponudeparuBHas (asa
TOHOIIUTOB OTCYTCTBYET, HEMHOTOUHCJIEHHbIE TOHUU BCTYIAIOT HEMOCPEICTBEHHO B
Mei03, B pe3ysbTaTe 4ero oopasyroTcs NPaKTUYEeCKU CTEPHIIbHBIC KUBOTHBIC (pHC.
17- 30). Ilpennonaraercsi, uto y Caenorhabditis ToT xe 6enok glp-1 obecrneunBaet
peneniuio curuana, uayiero ot 6mactomepa EMS k 6mactromepy AB, B pesynbraTe
Yero MOTOMKH IOCIIEHEr0 NpuoOpeTaroT ClIOCOOHOCTh K (POPMUPOBAHHIO TIIOTOYHBIX

MOBIIIIII.

Crnenyer 3ameTuTh, uTO Notch-CHTHATMHT MOKET BBI3BaTh M TPOTHUBOIIOJIOKHBIN
npouecc, a WMEHHO, .JamepanbHylo uHOykyuto. B 3TOM ciydae KieTka,
NpOAYLHpYIOIAs  JIMTAHIBl, CMuMyIupyem CBOUX COCEACHU-PELUIHEHTOB K
AaHAJIOTUYHOW AaKTUBHOCTH. Ecim B Xode JjamepanvHoco uHeubOuposanus B
NEpBOHAYAIBHO  OJHOPOJHON  MOMYJSIMM  BO3HMKAET  MO3aWKa  KIETOK,
1 PepeHIUPYIONINXCS B PAa3HBIX HANPABICHUSAX, TO TPHU JIAMEPAlbHOl UHOYKYUU
BCS NONyJsinusl  cnenuduuupyercss ofgHooOpasHo. I[lpumepom  marepanbHOM
MHIYKIIMA MOKET CIy’)KUTh OOpa3oBaHHE JOPCOBEHTPAIBHON T'paHMIBI KpbLIa
Jpo3odumibl, a Takke W WHBIE Ciiy4ad (HOPMHUPOBAHHS TPAHUL MEXKIY PpPa3HBIMU

Y4acTsMU TJ1a3a Wik KoHeuHocTH po3odwuiel (cMm. Bray, 1998).
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I'JTIABA 18. IO3UIIUOHHAA NTHO®OPMALIUA

HabGmomaemas B pasHbix obnactsax 3apozsimia auddepeHnnanbias akTHBHOCTh TEHOB B
XOJIE pPa3BUTHs YCTaHABIMBAETCS HA OCHOBE aBTOHOMHOM M 3aBUCUMON JETEPMHUHALINU.
[lockombky B pa3HbIX o0nacTIX SMOpHOHA BKIIOYAETCS OKCIPECCUS  CBOUX
crenupuueckux HaOOPOB PEryJsSTOPHBIX TE€HOB, KaXJbl U3 KOTOPBIX OOecredrBaeT
pasHble MPOrpaMMbl Pa3BUTHUS, HANIPALIMBAETCS MPEANONOKEHHUE, YTO AU epeHInaus
3apoIpIIa 00yCIIOBIEHA HEKOW CHCTEMOM pachpeeNieHHBIX B MPOCTPAHCTBE CHTHAJIOB,

CBOETO poJia MO3UIIMOHHOM HH(OpMAaLIHEH.

[To3unmonnas undopMalus co3gaetcst pa3HbiMu criocobamu. CyliecTBeHHAs pPojib B €€
GbOopMHUPOBaHMHM Ha paHHUX »dTamax 3MOPHOTeHE3a MNPUHAICKUT MATCPUHCKHM
(dakTopaM neTepMUHAIMU. be3yclioBHA poJib MU MEKKJICTOYHBIX B3aUMOJICHCTBUH, B
pe3yibTaTe KOTOPBIX B Pa3HbIX 00JacTAX 3apojblllla MPOAYLHUPYIOTCS CHUTHAJIBHBIC
MOJICKYJIBI, TIPEAONPEACTSAIONIAE TMPOCTPAHCTBEHHYIO OpraHW3amuio IMOpHOTeHesa.
OcoOblif MHTEpeC MPEACTABIAIOT MOPQOreHbl, T. €. TaKUEe CHUTHAIbHBIC MOJIEKYJIBI,
MO3UIIMOHHAs MH(OPMALUs KOTOPBHIX OOYCIIOBJIEHA T'PAJHMEHTAMH UX PACIpEesICHUs B
npoctpancTBe. [loBbIIEHHBIH HHTEpeC K MopdoreHam, Kak BO3MOKHBIM HOCHUTEISIM
MO3UIIMOHHON HH(pOpMamu, OoOBSCHSIETCS, MO-BHAUMOMY, OTHOCHUTEIBHOW MPOCTOTOM
MOJICTTUPOBAHUS MOP(OTCHETHYECKUX TPOIECCOB, OCHOBAHHOTO HA JIOMYIICHUH, YTO
MPUYMHOW MHOTO0Opasusi HampaBiieHUd auddepeHmanum MOryT OBITh  YHCTO

KOJIMYCCTBCHHBIC UIBMCHCHHA OJHOI'O (I)aKTopa.

B xo0e passumus, 6 npoyecce gpopmuposanus nammepHa NO3UYUOHHASA UHPOpMaAYus
3aKOHOMEpHO usmeHsemcs. Tlosuyuonnas ungopmayus, ¢ OOHOU CMOPOHDL, CLYHCUM
NpeonocuLliKol (GopMUuposanus nammepHa, U MaKum o0pazom npeoonpeoensem
Kiemounyto ougghepenyuayuio, pocm u mopgozeHemuueckue npoyeccol. Buecme ¢ mem
8  KaxCObuli  OAHMHLIUL ~ MOMEHM  NO3UYUOHHAS — UH@OpMayus, Kak  cucmemd

Mopgboeeﬂemuuec*xu SHAYUMDBIX CUCHAJIO8, ABAENICA 6bIPANCEHUEM NAMNMEPHA.

18.1. O6mue npeacras/ieHus 0 NO3MIMOHHON HH(pOPMALMHT
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CymiecTBoBaHHE TMO3ULIMOHHOW HMHGpOpPMAIMK  SpKO TMPOSIBISETCS B Pa3BUTHH
TMHAaHAPOMOP(HOB (OT Tped. Yuvn --- JKEHIIMHA, GV, POJ. MAAeK AvOp --- MY>KUHMHA),
JIBYKPBUIBIX XUMEpP, KJIETKH KOTOPBIX NMPEACTABIEHBI ABYMsI T€HETUUYECKU Pa3IUUYHBIMU
MOMYJISIUAMU  --- KEHCKOM M MyXKCKOW. Takue XuMepbl BO3HHKAIOT IO Pa3HBIM
npuynHaM. Hampumep, W3BECTHBI AM3HTOTHYECKHE XHUMeEpbl J[po3oguisl, KOTOpbIE
o0pa3yloTcsi B pesyibTaTe JUCIEPMHOro ormofoTrBopeHus (puc. 18-1). VYV ostmx
KUBOTHBIX YacTh KJIETOK uMeeT xkeHckuil (XX), gactb --- myxkckoil (XY) Habop
MIOJIOBBIX XPOMOCOM. [[pyroil BapMaHT reTE€pOr€HHOCTH HAOOPOB IOJOBBIX XPOMOCOM
BO3HHUKAET B CJIy4ae YTpaThl OJHON X XPOMOCOMBI TP JEIEHUH SIAPA 3UTOThI, UMEIOIIEN
resorunn XX, MOCJIE OIUIONOTBOpEHMs. B pesdyibrare 3TOro HapyLIeHUS OJHA U3
JIOYEPHUX KIJIETOK IMOJy4yaeT MOJHOLEHHbIN (XX), a npyras --- penyuupoBaHHblii (X0)
HaOOp MOJOBBIX XPOMOCOM. B COOTBETCTBHU C aBTOHOMHBIM XapaKTEpPOM JETEPMUHAIIUN
nona y JIpozoduist (cm. riiaBy NB) kinetku XX BenyT ce0st Kak KEHCKHE, a KIeTKH XY U
X0, kak Myxckue. B 3aBUCHMOCTH OT 0COOCHHOCTEH JIOKAJIU3AI[UU IOTOMKOB 3THX SIIEP
00pa3yroTCcsl 3apOobIINIM, a 3aTEM W 1mago cO CIydYalHBIM paclpeneieHHEeM KIETOK
MY>KCKOHM ¥ JKEHCKOH Ipupoab! (Mo3an4yHble THHAHAPOMOpP(HI). B cirydae KoMIakTHOM
Cerperauuy 3THX JBYX THUIIOB KJIETOK BO3HHMKAIOT NEpeIHE3aHHE WU JaTepalibHbIe
TMHaHAPOMOP(BI, y KOTOPBIX OFHA YacTh TeJla UMEET MY)KCKHE NMpPU3HAKU, a JApyras ---
xkeHckue (puc. 18-1). 3HadueHWe MO3MIMOHHOW WH(OpPMAIMK IS MPOIECCOB
muddepeHnand  OTYETIIMBO TPOSBISETCS TMPU  aHAKM3€ CTPOEHUS TepeaHeit
KoHeuHocTH J[pozoduiel. Kak n3BeCTHO, y caMmIlOB Ha MEpeIHEl Jamnke Ha IEepBOM
Tap3aJIbHOM CErMEeHTe 00pa3yeTcsl TaKk Ha3bIBaeMasl 1ojioBas rpedeHka (sex comb) (puc.
18-2). V¥V xeHckux oco0eil 3Ta CTpyKTypa HE pa3BHUBaeTCi. Y MO3aWYHBIX
THHAaHAPOMOP(}OB Ha TMEPBOM CETMEHTE JIAMKM YacTO BMECTO HEMPEPHIBHOW ITOJIOBOM
rpeOeHKN 00pa3yeTcsi CTPYKTypa, B KOTOPOM 3yOIlbl TpeOeHKH, 00pa30BaHHBIC KIECTKAMH
C MYXCKUM TEHOTHIIOM, IIEPEMEXKAIOTCS CO LIETMHKaMH, IPOU3BOJHBIMU KIIETOK
KEHCKOU mpupoabl. KieTkn ¢ KEHCKMM I'€HOTHIIOM, MOIABIIME B NEPBBIM Tap3albHbIN
CEeTMEHT, OOpa30BaHHBII B OCHOBHOM MYXCKHMHU KJIETKaMH, HHMKOTJa He oOpa3yeT
3y6moB monoBoi rpebenku (puc. 18-2, I'). Haobopor, kakoe ObI TPOCTPAHCTBO HU
3aHHMMaJja KEHCKasl TKaHb, MaJeHbKasi 30Ha MY>KCKOW TKaHU B COOTBETCTBYIOIIEM MECTE

Bcerga oOpasyeT CTPYKTYpY, XapakTepHYI0 Ajs MojioBoi rpebenku (puc. 18-2, JI).
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SBnenne THUHaHApPOMOp(hU3MA CBUICTENHCTBYET HE TONBKO O CYyIIECTBOBAHUU
MO3UIIMOHHON WHGOpMaIuu. AHaiIW3 3TOTO SBJICHHUS TO3BOJISIET CHEJaTh BBIBOJ, YTO
OJlHA M Ta K€ MO3MUIIMOHHAs HH(pOpPMAIUs MO-Pa3sHOMY HHTEPIPETUPYETCS KIETKAMU

Pa3INYHON NF€HETUYECKON TPUPOBL.

DKcnepuMeHTalIbHasE 3MOPHOJIOTHS JAaeT CBUJETENLCTBA CYLIECTBOBAHUS MO3UIIMOHHOMN
nH(pOpMaIliY, KOTOpasi BOZHUKAEeT Ha OCHOBE MHAYKTHUBHBIX CUTHAJIOB. B nabGopaTopuu
[llnemanna B 1930-e¢ roxer [loTTe mpOM3BOAMII PELHUIPOKHBIE KCEHOIJIACTHUYECKUE
(kceno ot rpeu. EEvOG --- UyKOM) TiepecaZKu SKTOIEPMbI TYJIOBUIIA HEUPYIIbI XBOCTATBIX
u OecxBocThiX amuOMii Ha BEHTPAIbHYIO CTOPOHY TOJIOBHL. Y bBecXBOCTBIX mpu
HOpPMaJIbHOM Pa3BHTHUHU B TOJOBHOW 00JaCTH 00pa3yroTCs MPUCOCKH, & Y XBOCTATHIX ---
HuTeBUAHbIe  Oamanceppl. B ompitax  IlloTTe  OBLIO  yCTAHOBIIEHO,  YTO
TPAHCIUIAHTUPOBAHHAS TYJIOBHUIIHAS HKTOJepMa B OOJACTH TOJIOBBI JA€T CTPYKTYPHI,
XapakTepHbIe ISl TOJOBHOW obOsactu Tena. [Ipu 3TOM OKa3aaock, YTO BO3HHKAIOIIUE
TOJIOBHBIE CTPYKTYPHI MOJIHOCTHIO COOTBETCTBYIOT CHEIM(UKE T€HOMa TpaHCIUIaHTaTa:
U3 DKTOJIEpPMBbI XBOCTATBIX PAa3BUBAIUCH OalaHCEephl, a M3 KTOAEPMbI becXxBOCTBHIX ---
MIPUCOCKH U POTOBOM aImapar ¢ XapakTepHOM jisi beCXBOCTBIX pOTOBOM YETIOCTHIO (PHC.
18-3). OTu SKCTEpUMEHTHI MOKAa3ald, YTO HOBOOOpPA30BaHUE CTPYKTYp MPOHCXOAUT B
pa3BuTHH aM(pHUOU B COOTBETCTBUHU C MO3UIIMOHHON MH(pOpMAIHEl, KOTopas B TaHHOM
ClIyyae ONpelensieTcss WHIAYKTUBHBIMM CHTHajaMu. Bwmecte ¢ TeMm, OHH Takxke
CBHUJICTEJILCTBOBAJIM, YTO MHTEPIpETAlMsl MO3ULIMOHHOM HH(OPMAIMH TMOJIHOCTHIO

3aBUCUT OT F€HOMA PEarupyromniei TKaHu.

B o0ocHOBaHMM KOHIENIMU MO3MIMOHHON HH(DOPMALMM 3aMETHYI pOJIb ChIFPaIH
NPEJCTaBICHUS O TpaaueHTax Mop¢oreHoB. MccienoBaHue pereHepalud y HHU3IIUX
#UBOTHbIX (Crpekaromue, Ilnockue uepBu, AHHENWIBI) IMOKa3ajlo, YTO 4YacToTa U
CKOpPOCTh BOCCTAHOBJIEHUSI CTPYKTYp B pasHbIX OONACTAX Tejla O3THUX >KUBOTHBIX
paznuuarorcd. Tak, y IUITaHapUM CKOPOCTb PETEHEPALMK TOJIOBBI 3aMETHO BBILLE Ha
NepeHeEM KOHIIE Tella [0 CPaBHEHHUIO CO CKOPOCThIO Pa3BUTHUS I'OJIOBBI IIPH pereHepalun
Oosiee KayaaJabHO pacrojiokeHHOl obmactu (puc. 18-4). BoccraHoBiIeHHME roJOBBI Ha
nepeHeM pas3pe3e OOBACHIOCh HAJIMYUeM [epelHEe3aJHEro TrpaaueHTa (axkTopa

pereHepal TOJIOBbl, @ XBOCTOBBIX CTPYKTyp Ha 3aJHEM Cpe3e --- HaJIUYUueM
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3aJJHeTIepeTHEero rpaJueHTa pakTopa pereHepaiy XBocta. B monb3y 3Toi TOUKH 3peHHs
IPUBOAMIM JAaHHBIE O TOM, 4YTO OY€Hb TOHKHMH IONEPEYHBIH KyCOYeK IUIaHapuH,
BbIpE3aHHBIN B NeperHell yacTu Tejla, He CHOCOOEH pereHepupoBaTh 3aJHUN KOHEI U
o0pasyeT JIBe TOJIOBBI, pacloyoKeHHbIe cnepean u c3aau (puc. 18-5). IIpoTsokeHHOCTD
MOpP(QOreHEeTHYECKUX  TpPAJMEHTOB, KaK IMOJaraid, IpeloNpenenseT  pa3Mepsl
pEreHepaliOHHOro I0JIl, B paMKaX KOTOPOrO M BO3MOXHO BOCCTAHOBIJICHHE

HCCIICAYEMOI'0 Ooprasa.

[Ilupoko W3BECTHBI  KOHICNIMK TPAJUCHTOB AaKTUBAaTOPOB ¥  WHTUOHWTOPOB
(dbopMo0oOpa3oBaHusl TOJOBBI M TOJOUIBBI THUIPHI, TAK)KC OCHOBAHHBIC HAa aHAJN3EC
4acTOThl 00OPa30BaHUS TEX WM WHBIX CTPYKTYpP MPHU TPaHCIIAHTALIMU KYyCOUYKOB, B3STBIX
Ha pas3HbpIX ypoBHAX ocu Tema (Newman, 1974). Ha ocHoOBaHMHM Takoro poja
AKCIIEPUMEHTOB BO3HUKIIO TIPEJICTaBICHHE 00 ammKo-0a3aabHOM TpaJiue€HTE aKTHBaTOpa
rOJIOBBI U alIMKO-0a3aIbHOM rpaJucHTC I/IHFI/I6I/ITOpa T'OJIOBBI, 4 TAKKE O CYyIICCTBOBAHUU
00OpaTHBIX TPATUCHTOB aKTHBATOPA U UHTMOUTOpA NOJONIBBL. [ paiueHTHAsT KOHIICTIIINS B
CJIOM HCETIPOTUBOPCUUBO OGBHCHHH& 9KCIICPUMCHTAJILHO HOAaHHBLIC. TaK, pereucpanma
THIIOCTOMA TIOCIIE €r0 yAajJeHHs OOBSICHSIACh BBHICOKOH KOHIIEHTpAIMEW aKTUBATOpa
TOJIOBBI U OTCYTCTBHEM WHTHOHMTOpA TOJIOBBI MOCIHIE yIalieHHsl rurnoctoma. [losiBieHue
30HbI IMOYKOBAHUA Yy THAPBI B IMPOLECCE €€ pa3BUTUA 00BSACHSIOCH TEM, YTO IpHU
00YCJIOBICHHOM POCTOM JKHBOTHOTO YBEIIMYCHUU PACCTOSIHHUS MEXKIY THUIIOCTOMOM H
0a3aIbHON YaCThIO TUIPHl MAaKCHMAJIbHBIE KOHIICHTPALUU MHTUOUTOPOB B TYJIOBUILHOM
30HC CHMKAIOTCA HMXKC IMOPOroBOro 3Ha4CHUsA, OTKpPbIBasA, TAKUM O6p330M, BO3MOXHOCTH

noukoBaHus (puc. 18-6).

CoBpeMeHHass OHOJOrMs pa3BUTHS AT MHOTOYMCIIEHHBIE NPUMEPHI PEabHOTO
CYIIECTBOBAHHS IpaJIneHTOB MOpP(OTEeHOB, BEIIIECTB, OTIPEIEIISIOINX
Mop¢oreHeTn4eckue Inpouecchl. Takoro poaa NpUMEPOM MOMKET CIIy>KUTb I'DaJUEHT
6enka Bicoid 3aponsima J{po3oduiibl, KOTOPBIA CO3/1aeT NMPEANOCHUIKH IS Pa3BUTHUS
TOJOBHBIX CTPYKTYp (cM. mir. 21). ITompoOGHO uccienoBaHo GOpMUPOBAHUE BCTPEUHBIX
rpaaueHToB OenkoB cemeiictBa BMP u Chordin B ractpyne am@uobuii, koTtopble
OTIPEIENIAIOT BEHTPAIBHYIO U JJOPCATBHYIO MPUPOLY (HOPMHUPYIOIIUXCS 3a4aTKOB (TI1.17).

I'pamuentsr G6enkoB Shh m BMP paccmarpuBaroTcsi B KadecTBE BaXKHBIX (DaKTOpOB
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muddepeHranuy HeHPOHOB HEPBHOM TPYOKH MO3BOHOYHBIX.

Teopusa mo3unuonHoii mHpopmauuu JI. Boabnepra. IIpencrasnenue o rpagueHrax
MOP(OTEHOB TOJI0KEHO B OCHOBY TEOpUHU Mo3uImoHHou uHbopmaruu JI. Boasnepta (L.
Wolpert, 1969, 1978, 1989). Cytb sToii Teopunm mnpocta (puc. 18-7). Paznuuus
mupdepeHnanud  BAOJNh KaKOH-HUOyIh OCH  OOYyCIIOBJICHBI, 10 Boubmepry,
CylllecTBOBaHHEM TIpaaueHta wmopdoreHa. [lepBpiM Im1arom Ha myTH 0Opa3oBaHUS
IpaJii€HTa CIYXHUT BO3HUKHOBEHHE €r0 T'PAaHUI], KOTOPOE OOYCIIOBJIEHO MOSBICHUEM
ucmounuxa mopgocena (puc. 18-7, M), T1.e. obnacT CHUHTE3a WM AaKTUBAIIUU
Mopdorena, u "causa" (puc. 18-7, C) T.e. oGnactu, rae MOpporeH paspyiaeTcst Win
uHaKTHBHpYeETCS. OT «HUCTOUYHUKA» K «CIMBY» MOP(OreH pacrlpoCTpaHseTcs IyTeM
mupdysun. I'pamguent wmopdorena (M) co3gaeT TO3UIMOHHYIO HH(pOpMAIHUIO.
PacrionoxeHHble B 00JaCTH TpaJueHTa KIETKU BOCIPUHUMAIOT KOHIICHTpaIuio M Kak
nO3uyUOHHOe 3HaueHue, T. €. KaK KOOpAWHATY JaHHOW To4kHu Tena. [lo Bombmepry, B
OCHOBE JI€TePMHMHALIUU CYJbOBI KJIETOK, KaK MPH HOPMaJbHOM pAa3BUTHH, TaK U IMPHU
pereHepanuu, JEeKUT UHTEpOpeTanus KICTKOW €€ TO3MLIUOHHOTO 3HAYCHHS.
CymectBytoT pa3sHoobOpasHbie Moaudukanuu rpagueaTHoi moaenu (Held, 1992). Tak,
MHOTJa JIOMYCKAIOT, YTO BCE KIETKU ACMCTBYIOT Kak Clalblii CIWB, TaK YTO Ha MyTH
midpdy3un mMopdoreHa NPOMCXOTUT IOCTETIEHHOE TMAJACHUE €ro KOHIIEHTPALUH.
[IpennoxxeHsl MOJIENH, T/I€ BCE KJIETKU BBICTYNAIOT B KAUYECTBE UCTOUHUKOB MOp(oreHa.
B sTux cnydasx nmpeanonaraercs CylecTBOBAaHUE CIEIMATBHBIX MEXaHU3MOB «HAKAYKM)»
MopdoreHa B OJHOM HampaBieHWW. Hepeako nenaeTcss NOMyIICHWE CYIIECTBOBAHHS
JBYX MPOTUBOMOJIOXKHBIX TPAJUEHTOB, B 3TOM Cllyyae MO3UIIMOHHOE 3HAu€HUE KIETKU

OIIPEJIENIAETCS] COOTHOLICHUEM JIBYX MOP(OTEHOB.

HO?)I/ILII/IOHHOC 3HA4YCHHUC B paMKax FpaIII/IeHTHOfI MOACIN --- YUCTO KOJIHMYCCTBCHHAasA
XapaKTePUCTHKA, YTO CYIIECTBEHHO OOJEr4aeT IMOCTPOCHUE MAaTEMAaTHYCCKHX MOJETCH
muddepennmarun. [lo Bonpnepry, pa3BuTHe NMpHU3HAKA OMPEICIACTCS XapaKTCPHBIMH
AJId 3TOTO IMPU3HAKa MPCACIIbHBIMU XapPAKTCPUCTUKAMU MMO3UIITUOHHOTO 3HAYCHUA. Csoro
unero Bonbnept mpeactaBui B Buue Mojenu ¢panity3ckoro dumara (puc. 18-7). Ha
PUCYHKC BHUAHO, UYTO IIPU3HAK «CUHHUN OBCT» ONpCACIIICTCd MaKCUMAJIbHBIMU

KOHIICHTpaUsIMH MOp(doreHa, JexamuMe B Tipeaenax KoHueHtpanwii ¢ u d. [Ipu3Hak
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«Oenplii 1IBET» pa3BUBACTCS NPU HAIMYUM MOpQOreHa B KOHLEHTpAIMSIX OT b 10 cC.
[Tpu3HaK «KpacHBIA IBET» BO3HMKAET B TOM YacTH TpaadeHTa, TJe KOHLEHTPALUS

MOp(i)Ol"eHa JIC)KUT B IpCJciiax MCKIY BCIIMUYMHAMU a4 U b.

Jist WIUTIOCTpaluy CBOEH TeOpuH MO3UIIMOHHON HH(popMarun Bonbnept ucnonb3oBai u
¢nar Coemunennbix IlltaroB Amepuku (puc. 18-8). Mogenupysi ONMCAaHHBINA BBIIIE
skcnepuMeHT IlloTTe, OH MBICIEHHO «TPAHCILUIAHTHPOBAI» CBOOOJHYIO HHIKHIOIO
00acth HeAu(GHEePEHIIMPOBAHHOTO, HE UMEIOIIETO €IIe ONMPEACICHHOr0 PUCYHKa (iara
CIIA, u3 KOTOpOI BHOCIHEACTBHHM O0pa3yeTcs YacTh C XapaKTEPHBIMU IMPOJIOJBHBIMHU
M0JI0CAaMH, B MIPUJIETAIONIYIO K JIPEBKY BEPXHIOIO YacTh 3a4yaTka (paHiry3ckoro (iara. B
COOTBETCTBUM C TEOpUEH MO3UIUOHHON HWHGPOpMalMK, MOXXHO OXHUIaTh, 4YTO
TpPaHCIUIAHTAT BOCIPUMET MMEIONIYIOCS 3AeCh TMO3MIMOHHYI HWHPOpMaIUio, U
WHTEPIPETUPYET €€ B COOTBETCTBUU CO CBOEH (amepuKaHCKo) rpupoaoil. [losromy u3
TpaHCIUIaHTaTa Ha (paHIly3ckoM (iare JOJKHA BOSHUKHYTH O0JIACTh C XapaKT€PHBIMU

I aMEPUKAHCKOTO (hara 3Be370YKaMH.

[TpuHIMNHATBHYIO BO3MOXKHOCTH  TpaHC(OPMALMU  KOJIUYECTBEHHBIX MapaMETpPOB
rpajieHTa  KOHLEHTpauud  Mop¢poreHa B  KAa4eCTBEHHbIE  XapaKTEPUCTHKH
pa3BuBatolierocss oobekra wuIocTpupyer puc. 18-9. Ecim aBa reHa pasnuyaroTcs
CPOJICTBOM K TPAaHCKPHIIIMOHHOMY (PAaKTOpy, TO T€H C BBICOKHM CPOACTBOM (TeH A)
OyAeT TpaHCKpUOMPOBATbCS HE TOJBKO MPH BBICOKOM, HO M MpPHU YMEPEHHOU
KOHIIGHTPAaLMUd MOp(QOreHa --- TpaHCKpHUILIMOHHOTO (akropa. ['en B ¢ oTHOCHTENbHO
HU3KHUM CPOJCTBOM K Mop(oreHny OyneT TpaHCKpHUOHUPOBAThCS TOJIBKO MPH €ro BBICOKON
KOHIIeHTpauuu. Torga, B 30HE BBICOKOH KOHLEHTpaluu OyAeT MNPOUCXOIUTh
TpaHCKpUILKSA TeHOB A U B, B 30HE yMepeHHON KOHILIEHTpalMH --- TeHa A, a B 30HE
HU3KOM KOHIEHTpAallMM HM OJMH M3 OSTHUX TIE€HOB TPAHCKpHUOUpOBaTbcs He Oyner.
CoOTBETCTBEHHO, BO3HMKIIHWK IPOCTPAHCTBEHHBIM MATTEPH OJKCIPECCHUM  CO3JACcT

MPEATNOCHUIKH ISl Pa3BUTHUS TPEX Pa3HBIX MPU3HAKOB.
DKCHEPUMEHTAIBHO 3aBUCUMOCTD IKCIPECCUM T€HOB OT KOHIICHTpaluu Mopdorena Obuia

nokaszana B jaboparopuu ['épaena (Gurdon et al., 1994, 1995, 1998), rae B ycnoBusx in

Vitro H3y4aqu SKCIPECCHUI0 MEe30JepMAIbHBIX T'E€HOB B Heau(epeHIIMPOBAHHOM
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SKTOJACPMANbHOM  aHMMaNbHOM  mamouke Onactynsl  Xenopus. llpm  HU3KHX
KOHIEHTPAaUUsAX AaKTUBUHA, IPU KOTOPBIX MOJEKYJIbI AKTUBHMHA B3aMMOZCHCTBOBAIU
MeHee ueM ¢ 20% AKTUBHHOBBIX PpELENTOPOB KIETKH, OKCIPECCHS T'E€HOB,
MHULMUPYIOUIMX DPa3BUTHE Me30[epMbl, He npoucxoauna. [Ipum xoHuentpamuu 1 nM
Habmo1anu sKcnpeccuto rena Brachyury. Ilpu konuentpanuu 4 nM, koraa 6onee 60%
AKTUBHHOBBIX PELENTOPOB KIETKU OBUIM CBSA3AaHBI C JIUTAH/IOM, SKCIIPECCUPOBANICA T'€H

goosecoid.

OtnaBast JOMKHOE MCCIEIOBAHUSM, CBUICTENBCTBYIONIMM O POJIU MOPGHOTEHOB IS
OCYIICCTBIICHUSI ¥ KOOPJWHAIIMHM TPOIECCOB auddepeHInanud B MPOCTPAHCTBE,
clemyer, OJHAKO, IOHHUMAaTh, YTO B pPEAJIbHOW KWU3HHM MOpP(OTreHbl HHUKOTJA HE
BBICTYIIAIOT KaK CaMOCTOSITEJIbHbIE HE3aBUCHMBIE MHCTPYMEHTBI. TO, UTO MBI 3HaeM B
HACTOSIIEE BPEMS O MOJICKYJIIPHO-OHMOJIOTHICCKUX MEXaHU3Max AuQQepeHInanuu He
OCTaBIISIET COMHEHHS B TOM, UTO Ja)K€ CaMble dJIEMEHTAapHBIE MPOIECChl YMOpUOTEeHe3a
MPOUCXOAAT IOJ KOHTPOJIEM CJIOKHOM, Ppa3BETBIECHHOM CETH B3aMMOJECUCTBYIOIINX,
AKTUBUPYIOIIHUX ¥ WHTHOMPYIOMHUX, (AKTOPOB, KOTOPHIE 00ECIICUYNBAIOT U AUHAMU3M, U
KOHCEPBATUBHOCTh MopdoreHe3a. MophoreHsl SBISIOTCA BaXHBIMU, WHOTJA, MOKET
OBITh, BEAYIIUMH, HO BCE JKE€ --- TOJIBKO DJIEMEHTAMH CJIOKHBIX TEHETUYCCKUX IMPOTPAMM

YIIPaBIICHUS Pa3BUTHEM.

I'paguientHass Moienp B CBO€ BpeMs Oblla BOCHPHUHATA C OOJIBIIUM HHTEPECOM,
MMOCKOJIbKY OHa TO3BOJIsUIA HEMPOTUBOPEUMBO ONMUCHIBATH, a MHOTJA U MPEACKA3bIBATDH
pa3HOOOpa3HbIe POIIecChl MOPPOTEHETUUECKHUX MpeoOpa3oBaHuii. Tak, BOCCTAHOBICHUE
yTPAa4eHHOTO MaTTepHA MyTeM Mopdallakcuca, ¢ MO3UIUN dTOW MOJENH, 00bICHAETCS
T€M, YTO TIPU CTAHOBJCHUU HOBOTO TPAJMEHTA KIETOYHAs MaMsiTh "ouwimaercs', U
BO3HHUKAIOT HOBBIC ITO3UIIMOHHBIC 3HAYCHUS. B COOTBETCTBUHM ¢ HUMH BOCCTaHABINBACTCS
MPEKHUN MATTEPH, UMEIOIIMMI, MpPaBla, MEHBIINE, YEM IMPEKIC, JTUHECHUHBIC Pa3MEPHI.
[Tpu smumMop¢HON pereHepanui BOCCTAHOBJIICHHE TPAJMCHTa MOPQOreHa MPOUCXOUT

nocie nponudepannu KIeToK Ha FpaHHLe cpesa.

[IpumepoM MpaKTHUYECKOTO TPUMEHEHHUS TEOpUH MO3MIMOHHON uHpopmanuu JI.

Bonbnepra k anHanusy Mop¢oreHesa MOXKET CIYXKUTh HCCIIEIOBaHUE IETEPMUHAIMU
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nepeaHe3a el OCH KOHEUYHOCTH NTULl. BoJIbIIepT Mpearonokumi, 4To BTOPOU, TPETUM U
YETBEPTHIA MaNbIIBI TIEPEIHEH KOHEYHOCTH, KOTOPhIE 00pa3yrOTCsl BAOJb MEepeIHE3aTHEH
OCH TOYKU KOHEYHOCTH KyPHHOTO SMOpHOHA, (OpMUPYIOTCS OIarofaps HaTu4IUIO BIOTb
3TOW OCH TPAJMCHTA THIIOTETHYECKOTo MopdoreHa (puc. 18-10). [l pa3Butus 3amHero
(geTBepTOro) mayblia TpeOyeTcs BBICOKAs KOHIEHTpalus MopdoreHa, mjs pa3BUTHSA
TPETBETO --- YMEpPEHHas!, TOrJa Kak IepeaHuid (BTopoil) majner pa3BUBaeTcs IpU HU3KON
KOHIIGHTPalUH. BBIJIO cienaHo mpeanoaokKeHne, YT0 UICTOYHUK MOp(oreHa pacnoioxKeH
B 3agHEH 00JIACTH MOYKU KOHEYHOCTH, a €r0 «CIUBY» MPOUCXOTUT Ha MEPETHEM Kparo
MOYKH  KOHEYHOCTH. TeopeTHueckd  TpaHCIUIAaHTalus  3agHe  objmactm  C
MpeIoyiaraeMbIM HMCTOYHUKOM MOpQoreHa Ha MepeiHUd Kpall TMOYKH KOHEYHOCTH
JOJKHA BBI3BaTh 00pa3oBaHUE 3EpKAbHO-CHMMETPUYHOTO TpajueHTa MopdoreHa c
00JIaCTIMM MaKCHMaJbHOH KOHIIEHTpAalMM MOpPQOTreHa Ha MEpeJHEM M 3aJHEM Kpasx
3adyatka (puc. 18-11), 4TO AOMKHO BHI3BaTh AHOMAJIBHOE PA3BUTHE KOHEYHOCTH.
BrinonHeHHbIE SKCMIEPUMEHTHI MOKa3alid, 4YTO B CiIyya€ TaKOW TpaHCIUIAHTALUU
JIEWCTBUTENFHO BMecTOo HopManbHOro psiga mansies (II, III, 1V) dopmuposancs
3epKaJIbHO-CUMMETpUYHBIN nartepH --- [V, 111, 11, III, IV. bonee Toro, B 3xcnepumeHTax,
rae o0nacTh «HMCTOKa» TPAHCILUIAHTHPOBAIM B JUCTAIBHYIO YacThb KOHEYHOCTH, YTO
CO37aCT AaCUMMETPUYHBIA rpaaueHT Mopdorena (puc. 18-12), dopmupoBancs
TEOPETUYECKU OXKUIAEMbIIl TMpU CAENAHHBIX MPEANOJIOXKEHHUSIX MarTepH. bbuio
MIPEIOI0KEHO, YTO B KadecTBE MOpP(OreHa B Pa3BUBAIONICHCS KOHEYHOCTH BBICTYIACT
petuHoeBas kuciaoTta. (OKazajnoch, 4YTO CO3JaHUE JOMNOJHUTEIBHOTO TpaJveHTa
Mop(dorena myTeM HMIUIAHTAIUS IIAPUKA, MPOMUTAHHOTO PETMHOEBON KHCIOTOW, Ha
NepeHuN Kpall KOHEUYHOCTH TaKXKE BbBI3bIBAIO 3€PKAJbHYIO AYIUIMKAIMIO MajblEB
KOoHeYHOCTH. HecmoTpst Ha, kazajmoch Obl, OjecTsiiee MOATBEPKICHUE TEOPUU
MO3UIMOHHOM MH(pOopMaIum, 0ojiee MO3JHIE UCCIICIOBAHUSI MOJICKYJIISIPHO-TEHETUYECKUX
MEXaHM3MOB cleuu(uKany KOHEYHOCTH TOKa3ajih, UTO pealbHble COOBITHUS,
KOHTPOJIUPYIOUIUE PA3BUTUE KOHEYHOCTH, 3HAYUTEIBHO CJIOKHEE IEPBOHAYAIBHO

MPEITIOKEHHON TPATUSHTHON Moien MopdoreHe3a KoHeuHOCTH (cM. i1, 21).
HOHyCKaeTCﬂ, YTO MO3UIUOHHBIC 3HAYCHUA MOT'YT OIIPCACIATLCA BPpECMCHEM Hpe6I)IBaHI/I$[

B KaKOM-TO COCTOsHHH. HaanMep, BPEMCHCM, B TCUCHUC KOTOPOI'O KJIICTKH HAXOIATCA B

coctosHuu nponugepauuu. Kierku, BbIXomsdmme W3 30HBI Iponudepanuud B
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nocJaCa0BAaTCIIbHBIC MOMCHTBI BPEMCHH, COTJIACHO 3TOM MOZCIIN, pPa3jindaroTCsa CBOUM
MMO3UIIMOHHBIM 3HAYCHUEM, a, CJICAO0BATCIbHO, HW IIOCICAYIOUNIMM HAIIPaBJICHUEM

nuddepeHInauu.

Hosuuuonnass uHpopMauuss U MOJAEJUPOBAHHME MOP(POreHETHYECKUX IPOLECCOB.
MopenupoBanue Mop¢oreHesa OTpakaeT MHOTPEOHOCT, B pa3pabOTKe THUIOTE3 O
IPUYMHHO-CJIEICTBEHHBIX OTHOILIECHUSIX B Pa3BUBAIOIIMUXCS cUCTeMax. AOCTparupysch OT
KOHKPETHOTO  MOJICKYJIIPHO-OMOJIOTHYECKOTO  COAEP)KaHUS ~ IPOILIECCOB,  MOJEIH
paccMaTpuBalOT NPUHLIUIHUAIBHYIO CXEMY BEpOSITHBIX CBsA3€M coObITHII MopdoreHesa,

OTKPBIBaAs MEPCICKTUBLI IJIA IMMOCIICAYIOMIUX ITONCKOB PCAJIbHBIX MEXaHHU3MOB.

PaccmoTpuM B KauecTBe mpuMepa MOJIENH pereHepanuu KOHeYHOCTH. C TOUYKU 3peHHS
MOJIETIH, pEereHepanusi BO3MOXKHA, €CIM IPOUCXOJUT BOCCTAHOBJIEHHE  BCEX
MO3UIMOHHBIX 3HAUYEHWH KOHEYHOCTH. YCJIOBHEM Hayala BOCCTAaHOBHUTEIBHBIX
MPOIIECCOB CIIY>)KUT KOH(PPOHTALMS TO3MIMOHHBIX 3HAYCHWH, BO3HUKAIOIIAS IIPH
KOHTAaKT€ KJIETOK, Pa3HOCTh IO3WIIMOHHBIX 3HAYCHWH KOTOPBIX OOJBINE €IUHUIIBI.
KoHTaKT KIIeTOK, KOTOphIE B HOPME APYT C APYTOM HE COMPHKACAIOTCS, COTTIACHO MOJICIIH
pereHepanyy, CIyXUT NPUYHHON mpoiudepanuy, 4To U CO37aeT MPEANOCHUIKH s
smuMopdHON  pereHepannu. Ilpenmomaraercs, YTO HOBOOOpAa30BAaHHBIC KIICTKH
BOCCTAHABIMBAIOT YTPAu€HHBIH TPAJUCHT TO3WIMOHHBIX 3HAYCHUH IIyTeM TakK
Ha3bIBAEMOW MHTEepKasiuu (0T jat. intercalaris --- BcraBounsiid) (puc. 18-13). B xone
MHTEPKASIIMU ~ KJICTKM  NPUHUMAIOT  yCPEIHEHHBIC  ITO3UIMOHHBIC  3HAYCHUS,
MPOMEKYTOUHbIE MEXIY MO3MIMOHHBIMU 3HAYEHUSMH KOH(QPOHTHUPYIOUINX KIETOK.
[Tporiecc WHTEpKANSINMK 3aKaHYMBAETCS TIOCJIE TOTO, KaK oOpa3yercss TOJHBIH psif
NO3WIMOHHBIX 3HadyeHWi. [locnenyromias WHTepHpeTanus MO3UIMOHHBIX 3HAYCHUH

NpeoIpeeIIIeT IeTePMUHALIMIO U NalbHEeHIIyI0 1uddepeHnunaluio peresepara.

[Ipu TpaHcIyIaHTalMKM Ha Cpe3 KOHEYHOCTH TapakaHa KyCOYKOB KOHEYHOCTH, UMEIOIINX
VHBIE TO3ULMOHHBIE 3HAYECHMS, IMPOUCXOINUT MHTEpKajspHass pereHepauus. [Ipu sTom
BOCCTAHABJIMBACTCSI MMEHHO Ta 00JacTh KOHEYHOCTH, KOTOpas B HEMOBPEXKICHHON
KOHEYHOCTH PacrojaraeTcsi Mexay 3TUMU, IPUBEJCHHBIMU TEIEPh B KOHTAKT YacCTSIMHU.

HYCTB MMPOKCUMO-AUCTAJIbHasA OCb KOHCYHOCTH, COCTOSIIIIEH M3 MOCIIEI0BaTEIIHLHO
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pacToNOKEHHBIX Ta3WKa, BepTiIyra, Oeapa, TOJEHH M JIAlKH, MMEET IO3UIIMOHHBIE
3HaueHus ot 10 (Hanbosiee mpokcUMalibHAs YacTh) 10 1 (Hambosiee mucTaabHAs 4acTh).
Ha ypoBeHp cpe3a KOHEYHOCTH C TO3UIMOHHBIM 3HAYCHHEM § TPaHCILUIAHTHPYEM
JTUCTANBHYIO 00JIaCTh KOHEYHOCTH, JMHHUS pa3pe3a KOTOpPOW MpOoIuia Mo KIETKaM ¢
MO3UIMOHHBIM 3HaueHHeM 4. B COOTBETCTBUM C YCIOBUSAMHM MOJAEIU KOH(PPOHTAIMS
TKaHEW C TO3UIMOHHBIMHM 3HA4YCHUSAMH 4 M 8 BBI30BET mposmdepanuio KIETOK, U
COTJIaCHO YCPETHSIONMIEH MOJIeTd HOBOOOpa30BaHHBIE KIETKM TIPUMYT CHadaja
MPOMEXKYTOYHOE MEXKIY 4 U 8 MO3UIIMOHHOE 3HaUeHHUeE 6, a MO37HEe BOCCTAHOBATCS BCE
yTpaueHHble 3HaueHusa 7, 6, 5. I'pagueHT NMO3UIMOHHBIX 3HAYEHMH IO HalpaBICHUIO
COOTBETCTBYET UCXOJHOMY TpaAueHTy. Jpyroii pe3ynbrar OyeT Noidy4yeH, eclid Ha cpe3
KOHEYHOCTH B 00JacTH TO3MIMOHHOTO 3Ha4YeHUS 4 TPaHCIUIAHTUPOBATH KYyCOYEK
OTpE3aHHBbI Ha ypPOBHE IMO3WIIMOHHOTO 3HadeHus 8. B sTom ciyyae aHanoruvHbie
MPOLIECChl BOCCTAHOBJICHUS TMO3MIMOHHBIX 3HAUYE€HUN MpUBEAYT K (opMHpOBaHUIO
WHBEPTHPOBAHHOTO TpagueHTa. (Opa3oBaBmiascs IMOCIE TPAHCIUIAHTALMKA HOBAs
CTPYKTypa B MPOKCHMO-AMCTATHFHOM HAIMIPABJICHUN OYJIET IMETh MTO3UITUNOHHBIC 3HAUCHHUS
10,9, 8, 7, 6, 5, 4 (ypoBeHb cpesa), 4, 5, 6, 7, 8 (rpanuiia HOBOOOpPa30BaHHOTO y4acTKa),
8,7,6,5,4,3,2, 1. B oriiiune oT nepBOro oOmnbITa NOJISIPHOCTh YYaCTKA, BO3HUKIIIETO B
pe3ynbTare MHTEPKAISPHON pereHepanuy, He COBMAAAET C HCXOJHOW MOJSPHOCTHIO
KOHEYHOCTH. TakuM oOpa3oM, 3Ta HECIOXKHAas MOJAENb O0JlaJaeT  HEKou
MpeacKa3aTeNbHO Ccuilod. MOKHO mpennojaraTb, 4TO OHA BBIPAKAECT, XOTS U B

abcTpakTHOM (hopme, KaKhe-TO CYLIECTBEHHbBIE CBSI3U, UMEIOIINECS B PEAIbHOCTH.

W3BecTHa MoOIENb HOMAPHLIX KOOpOUHAm, KOTOPas XOPOIIO OIUCHIBAET MPOIECCHI,
MPOUCXOIAIINE KaK NMPU pereHepanl UMardHaJbHBIX JUCKOB HACEKOMBIX, TaK U IPH
pereHepanuu koHeuHocTH am$uomii (French et al., 1976; Bryant, 1978). Ecnu B3sThI# y
auauHKE  [{po3oduiasl MMaruHajdbHBIA AHCK pa3pe3aTh HAa YacTU M TMOMECTHTh OSTHU
(bparMeHTHI B OPIOIIKO B3pOCIONH MYXH, TO B 3TUX YCIOBHSAX WHUIMHUPYETCS KJICTOYHAS
npoiudepanns, U  (QparMeHTHl  BOCCTaHABIMBAlOT  CBOM  pa3Mepbl.  Takue
BOCCTAHOBJICHHbIE (hparMeHThl MOKHO 3aCTaBUTh AU(D(epeHInpoBaThCS, €CIIM UX CHOBA
TPAHCIUIAHTHUPOBATh B JIMUMHKY Iepea ee meramopdozom (puc. 18-14). [IpoBencHHBIC
AKCIIEPUMEHTHI MOKa3alli, YTO €CIM MMAaruHajdbHBIA AMCK pa3pe3aTh Ha JBE HEpaBHBIC

YacTH, TO KPYNHBIH (parMeHT TMocie ONUCAHHBIX MAHMIYJISALUNA TOJHOCTHIO
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BOCCTaHABIIMBa€T CBOM CBOWCTBA, M O00pa3yeT oOprad, HWMEIONUH HOPMaIbHOE
aHATOMHYECKOE CTpoeHune. ManeHbkuii  (parMeHT, HanpoTWB, HE o0namaer
CIOCOOHOCTBIO Kk perenepauuu. OpHako, HeAUPPEPEHIUPOBAHHBIE KIETKH,
o0pa3oBaBIIMeCs Ha dTare MpoJudepanny, 0OHAPYKIIH yIUBUTEIFHYIO CIIOCOOHOCTh K

(bopMHPOBAaHUIO 3epKAIbHOM TyTUIMKAIIMKA OCTaTKa OpraHa.

[To3urmoHHple 3HA4YeHHs] B MOJEIM TOJSPHBIX KOOPIWHAT OIMUCHIBAIOTCS JBYMS
rnapaMeTpamu, OINPEIENISIOIMMUA  YIJIOBBIE W paJualibHble KoopauHatel. [lpu
B3aMMOJICHCTBUM KJIETOK, IIO3WIMOHHBIE 3HAYEHHs] KOTOPBIX TIPU HOPMAaJIbHBIX
O0CTOSTENTLCTBAX MEXAYy COO0OM HE COCEACTBYIOT, BKIIOYAIOTCA MPOJUQeEepaTUBHBIC
nporecchl. B HOBOOOpa3oBaHHOW TKaHUW  BOCCO3MAIOTCS TMO3UIIMOHHBIC 3HAYCHMS.
[IpuanMaeTcs, 4To ATOT MPOLECC MPOUCXOIUT MO MPABUITy KpaTd alllled MHTEPKAISIUH.
JlomyctrM, ecnu B OONBIIOM (parMeHTe B KOHTAKT MPUXOIAT KIETKU C YTJIIOBBIMHU
3HaueHus MU 3 U 6 (puc. 18-16), To BO BHOBb 00Pa30BAHHOM CEKTOPE B COOTBETCTBHH C
MpaBWJIOM  KpaTyallleid  WMHTEpKAIALMUA  BOCCTAHABIMBAIOTCS  MPOMEXYTOUYHbBIE
MO3ULIMOHHBIE 3HaUeHUs 4 U 5. O4eBUIHO, UTO HEMPEPHIBHOCTh MO3UIIMOHHBIX 3HAUCHUM
Mexay 3 u 6 Morjga BOCCTAaHOBUTBCA M JPYIMM CIIOCOOOM, a HMEHHO, 3a CueT
o0pa3oBaHMsI MO3UIMOHHBIX 3HaueHuit 2, 1, 12, 11, 10, 9, 8 u 7. B cooTBeTCTBUU C ATHM
K€ TIPaBWJIOM, W Yy MAJIEHBKOTO (parMeHTa KOHTAKT KJIETOK C TO3UI[HOHHBIMU
3HaUYeHWsIMU 3 U 6 mociie mpoindepalnii BOCCTaHABIMBAIOTCS TE e 3HaUeHUS 4 U 5, Tak
9TO, B KOHEUHOM cueTe, POPMUPYETCS CTPYKTypa C MO3UIIMOHHBIMU 3HAUCHUSIMU 3-4-5-
6-5-4-3, a oHa mpemompeneNseT pa3BUTHE 3€PKATBbHOM  IYTUIMKAIMU BBIPE3aHHOTO

¢dbparmenTa.

Koneuno, MonenupoBaHue, MO CBOEH CYTH, SABIIACTCA CXEMaTU3alMEW M YNPOLIEHUEM
peanbHBIX IpoueccoB pas3Butusa. OHO, TeM HE MeEHee, IUIOJOTBOPHO, IIOCKOJIBKY
MO3BOJISIET  UCCIIEAOBAaTh pOJb HMHTEPECYIOIUX HccienoBatens (aKTopoB IpH
OTIpEJICIEHHBIX YCIOBUAX. By 1yun BeIpaskeHHEM KaKOW-TO THIOTE3bl, MOJIENb 00Jeryaer
IJIJAHUPOBAHUE SKCIEPUMEHTAIBHONW MPOBEPKU CACIIAHHBIX MPEANOoNIoOkKeHUuN. Bmecte ¢
TE€M MOJIEIMPOBAHUE HUKOTJA HE 3aMEHSeT HEOOXOIUMOCTH HU3YyUeHHs] KOHKPETHBIX

MponecCCoB, JICKKAMNUX B OCHOBC aHAJIU3UPYCMOT'O SIBJICHUS.
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18.2. KinactepHble roMe000Kc-co/iepsKaniue reHbl.

HckmountensHo  BaxHBIM — QakTopoM  (HOPMUPOBAHHMS TATTEpHA W CO3JAHUS
MIPOCTPAHCTBEHHON MH()OPMAIMH SBJISIOTCS KJIACTEPHBIE TOMEOOOKC COJIEPIKAIUE TCHBI.
Hcropust OTKpBITUS 3TOM CUCTEMBI BOCXOIUT K KOHLY XIX cronerus, xorna benrtcon
omucall SIBICHUE 2coMeo3uca --- 3aMelIeHUEe B MPOIECCe PA3BUTHUSI OJIHUX OPraHOB
npyrumu. Okasanoch, 49TO Hapsay ¢ oOucpynmueuvimu (oT Jar. disruptus ---
pa30pBaHHBII) MyTallUsIMU, TPUBOIIIMMH K HAPYIICHUSIM Pa3BUTHs 3a4aTKa, BIUIOTH 10
€ro TMOJHOTO MCYE3HOBEHUS, UMEETCS OCOOBIA Kiacc 2comeosucHvix (0T Tped. Opotr ---
MOAOOHBIN) MyTaruii, XapaKTepHOH OCOOCHHOCTBIO KOTOPBIX SIBIISIETCS TEPEKIIOUCHUE

OJIHOM IIPOrpaMMBbl pa3BUTHUS Ha APYTYIO.

CtpoerHue u GyHKUHM ToMeoOOKca M roMeogoMeHa. B 3°-3k30HaxX TOMEO3MCHBIX
reHoB (Hom-reHoB) BbIsIBJICHAa BBICOKOKOHCEpBATHBHAs 001acTh, oOpa3zoBaHHas 180
mapaMu OCHOBaHHWI. DTOT KOPOTKHH OTPE30K, WIH 20Me0OO0KC, HWMEETCS y BCeX
roMeo3ucHeix TeHOB (Gehring, 1997). CooTBeTcTByIOMmAs TOCIEIOBATEIBHOCTh
aMUHOKHCIIOT B KOAMPYEMBIX STUMH IeHaMH Oenkax, Ooraras aprUHUHOM U JIM3UHOM,
nojryuunjia HAUMCHOBAHUC ZOMEOOOMQHCZ. FOMCO,Z[OMCH 06ecnethaeT CBsI3bIBAHUC 6€JIKa
¢ HykieotuaHou mnocnenoBaTenbHOCThI0O TAAT wmonexkynsr JIHK. Takum oOpazom,
roMeobokc-conepskaniie rensl (Hox-reHsl) SBasioTcs peryasTOpHbIMUA FeHaMH, KOTOPbIE
KOHTPOJUPYIOT oOpa3oBaHue 0coboro KJacca TOMEOJIOMEH-COIePIKAIINX

TPAHCKPUIILIMOHHBIX (PaKTOPOB.

OyHKIIH TOME0OOKC-COIEpKaIINX TeHOB HE 00s3aTeIbHO CBSA3aHBI C TOMEO3UCOM. Tak,
y Jpo30¢uiibl U3BECTHBI TOMEOOOKC-COAEpKAIINE TEeHBI, KOTOpbIE CHEUPUITUPYIOT
YUCJIO W TIOJSIPHOCTH cerMeHTOB kuBOTHoro (fushi tarazu, eve, paired, goosberry,
engrailed), obecrneunBatoT pasutue nepenHeit (bicoid) wnm mopcanpHOM (zerknullt)
obmacti Tenma. V3BecTHB M TKaHECHEIM(PHUECKHE TOMEOOOKC-COMEpKAIIUE TEHBI.
[Ipumepom Takoro pojga Moxket ciyxuTh reH H2.0 , skcnpeccus KOTOpOro CBsA3aHa C

muddepeHnmaueit BucepaibHOi MyCKyIaTyphl.
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Cpezln FOMGO6OKC-COI[ep)KaH_II/IX TCHOB pa3jIMvyaroTCda ABa TUIIA: OAWH THII NPCACTABIICH
AUCTICPCHBIMHA, WIW OJWHOYHBIMHM TI'€HaMH, TOraga Kak ,Z[perfI --- KJIaCTCPHbBIMHA
(I)OpMaMI/I. B nocnennem CJIydac UMCCTCA psAd MOCICAOBATCIIbHO PACIOJIOKCHHBIX Hox-

ICHOB, BOSBHUKIIUX B PE3YJIbTATC AYIUIMKAIIUU UCXOAHOTO aHICCTPAJILHOT'O I'CHA.

Knacrepnass opranm3zamusi. XapakTepHOH  OCOOEHHOCTBIO  MPOCTPAHCTBEHHOMU
OpraHM3ali TOMEO3UCHBIX T'eHOB J[po3oduibl SBISETCS maHOemHbll Xapakmep HX
pacnionoxenusi. Oka3aaochb, YTO 3TU T'€Hbl HAXOMASTCS B TPETbEM XpOMOCOME, Tl OHU
oOpa3yroT aBa kiactepa. Kiacrep, pacnonoxenusid B 3° obsactu monekyisl JJHK, mo
HA3BaHMIO OJIHOTO U3 TEHOB, BXOJSIIMX B €ro COCTaB, MOJYYWI HAMMEHOBaHUE
Anrennaneauna-komiuiekca (ANT-C). [pyroil kmacrep, CMEIIEHHBIA B CTOPOHY 5’
KOHIIa, Ha3biBatOT buropakc-komrmiekcom (BX-C). Ilonpasznenenue Ha aBa KOMILIEKCa
MPOU30IIIO B XOJI€ JBOJIOLMH, M y Oolee IPEeBHUX HACEKOMBIX HMEETCSl €IWHBIH
kimactep. B cocraBe mepBoro komriuiekca Jlpo3oduisl pacronaraiorcsi TEHBI (B
HarpaBieHuu oT 3’ k 5’ koHny) labial (lab), proboscipedia (pb), Deformed (Dfd), Sex
comb reduced (Scr) n Antennapedia (Antp). CootBercTBeHHO B BX-C pacmonoxeHbl
reusl Ultra-bithorax (Ubx), abdominal A (abdA) w Abdominal B (Abd B) (puc. 18-15).
Hannuue enunHoro xmacrepa Hox-reHOB xapakTepHO [UIsi BceX OuaTepaibHBIX
KUBOTHBIX. BJIM3KHE MO HYKJICOTHIHBIM MOCIEI0BATENBHOCTSM I'€HbI OJHOTO U TOTO K€
KUBOTHOTO, Ha3bIBAIOT napanocuyeckumu. Y TO3BOHOYHBIX B pe3yibTaTe AYIJIUKALUU
aHIIECTPANIBHOTO  KJIacTepa TOMEOOOKCCOAEpKAIUX TEHOB MPEAKOBOW  (OpPMBI
obpazoBanoch 4 kmacrepa Hox-renoB (A, B, C, D), pacnojoXeHHbIX B pa3HBIX
xpoMmocomax (puc. 18-16). HoxA kiactep MBIIIM HAXOJUTCA B 6-0H XpoMocome, y
yenoBeka --- B 7-oil. HoxB knacrep oOHapyskuBaeTcst y mMblu B 11-0if xpomocome, a y
yenoBeka B 17-oii. HoxC kmactep, cOOTBETCTBEHHO, B 15-0i1 m 12-0if xpomocomax, a
HoxD --- Bo 2-0ii (MbIlb) U 13-0i1 (demoBek) xpomocomax. HexoTopele mo3unuu B
KJIacTepax MOTYT ObITh He 3aHsAThl. Tak, B kiacrtepe A cBoOoxHBI mo3unuu 8 u 12; B
kiactepe B orcyrctByroT renst B10 --- B13, B knactepe C Het reHoB C1 --- C3 u C7; B
kiacrepe D Her reHoB D2 u DS --- D7. Hox-reHsl, 3aHUMaromye OAHy U Ty K€ MMO3ULINI0
B KJacTepax y DOKMBOTHBIX pa3HBIX BHJOB, HA3bIBAIOT  OPMOLOSUYECKUMU.
Opronoruyeckre reHbl OTIUYAIOTCS OOJBIIMM CXOACTBOM, M B HEKOTOPBIX CIydasx

COOTBETCTBYIOIME TPAHCKPUIILIUOHHBIE (PAKTOPHI MOTYT (DYHKIMOHAIBHO 3aMEHSThH
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ApyT apyra, Kak, Hanpumep, pakrop HOXB4 denoBeka MokeT 3amemnaTh Ae(eKTHBIN

daxTop Dfd npozodus.

Crnenyer BMecTe ¢ TeM OOpaTUTh BHHMaHUE Ha TO, YTO OPTOJOTHYECKHE T'€Hbl MOTYT
YOPaBJIATh  PAa3BUTHEM COBEPLICHHO Pa3HBIX CTPYKTYyp. Y HacekoMmbix reH Ubx
AKCIIPECCUPYETCS B TPETbEM TPYJHOM CErMEHTe (OpMHUpPYIOIIEHCS JUYMHKU. Y
JIBYKpBUIBIX AKTUBHOCTh 3TOTO TI€HAa MOAABISIET MPOrpaMMy pa3BUTHS Kpblla, B
pe3yibpTaTe 4Yero 3aech (GopMHpYIOTCs Kyxokanbua. Y babouek skcmpeccust Ubx He
MPEMSITCTBYET Pa3BUTHIO KPbUIbeB. MOXKHO JOMYyCTUTh, YTO B X0J€ 3BomouK y Diptera

I'CHbl, THUOUUPYIOMIKUC pa3BUTUC KpbLIA, ITOAIIAIN ITOJ HEraTUBHBIN KOHTPOJIb Ubx.

Paznuume ¢yHkmmii opronornyeckux HOX-reHOB OCOOEHHO SIPKO BBIPAXKEHO IMPH
COTIOCTABJICHUN OECIO3BOHOYHBIX M MO3BOHOYHBIX XUBOTHBIX. Eciaun y JIpo3odumnsl ren
Dfd xouTponupyeT pa3BUTHE MaHIUOYJISPHOTO U MAKCUJUIIPHOIO CErMEHTOB, TO Yy
MJIEKOITUTAIOLINX SKCIIPECCUsi OpTONOTHUHBIX Teny Dfd renoB HoxA-4, HoxB-4, HoxC-4
u HoxD-4 onpenenser cuenuuKaIUo MEHHBIX MO3BOHKOB. M3 3TUX JaHHBIX CIIETyeT
Ba)XXHBIM BBIBOJ O TOM, YTO 6 npoyecce 36010yuu noo oelcmeue 8 npuHyune 0OHoU U
Mot JHce (20MONO2UYHOL) 2eHemUu4ecKol Ynpaeiawel cucmemsl Mo2ym noonaoams

COBEPULEHHO pA3HblE MOpd)OZéHéMuU@CKue npoyeccal.

KosnuneapHocts 3xcnpeccun kiaactepubix Hox-renos. Okcnpeccus kiactepHbix Hox-
F€HOB B OMOpHOreHe3€ XapaKTepU3yeTcs 3aMedaTeIbHOW OCOOEHHOCTBIO  ---
KonuneapHocmsto (OT JaT. co --- BMecTe, linea --- nuHHs) [lon KomMHEApHOCTHIO
IIOHUMAETCsI COOTBETCTBUE DKCIIpeccur HoX-reHoB BIOJIb NIEpeIHE3aqHEN UM HHOU OCH
3apoJblllla IOPSAOKY PACIOJNIOXKEHHs OJTUX TeHOB B Xpomocome. Hox-rensi,
pacroyio’keHHble Orke K 3’-KOHIly KJacTepa, SKCIIPECCUPYIOTCS B TOJIOBHOM KOHIIE
3apogpima. Yem 6ombiie Hox-ren cMeneH k 5’-koH1y kinacrepa B mojiekysie JIHK, tem B
Oosiee KayJalbHBIX OTAENAaX 3apoJblllla OH 3KCIPECCUPYETCs, CO3/1aBasi ONpeeICHHBIH
PS1 TO3ULMOHHBIX CUTHAJIOB BJIOJIb OCH (DOPMHUPYIOIIETOCs KHUBOTHOT'O MIIM €r0 OpraHa.
KonuHeapHOCTh ABIsE€TCS YHUBEPCAIBHBIM CBOMCTBOM cucTeMbl HoX-reHoB, koTopoe, 3a
HEMHOT'MMHU HCKJIIOUCHHUSIMU, OOHApY’KUBAeTCs y Bcex OmiaTepaibHbIX )KMBOTHBIX (pHUC.

18- 17).

95



I'omeosucHsie Tenpl ANT-C [Ipo3odgumibl y4acTBYIOT B CHEIHM(PUKAIIMA CBOHCTB
CEerMEHTOB TOJIOBBI JpO30(HIBI, B TOM 4YHCIE, HHTEPKAISIPHOTO, MaHAMOYISPHOTO,
MaKCHJUISIPHOTO U J1a0uaibHOIO CETMEHTOB, a TaKXKe I'PyIHbIX cerMeHTOB. [Ipu yTpare
¢bynkiuu reHa Antp (mytanus tuma “loss of function) oOmacTe Tenma, BKIOYAroIas
33JIHIOI0 4acTh IIEPBOT0 I'PYAHOIO CErMEHTA, BTOPOW IPYJIHOM CETMEHT U IEPENHION
4acThb TPEThEro CerMeHTa, MpuoOpeTaeT CBOICTBA TOOBHBIX cerMeHToB. HaoOopoT, npu
HapyUICHUH HOPMAJIbHOM IS TOJIOBHOM O0JNacTH Tena perpeccuu reHa Antp (MyTarus
tuna “gain of function”) Ha royioBe MPOMCXOIUT OOpa30BaHUE TPYAHBIX CTPYKTYD.
Okcnpeccust TeHa Anfp B HEHAIJIEKAIEM MECTE BBI3BIBACT UCKAXKCHHUE INO3UIIMOHHOU
uHpopManuu, W B OOJIACTH TOJIOBBI pa3BUBAIOTCS XoawiabHble HOrH. I'enplt BX-C
AKCIPECCUPYIOTCSA KayJalbHee M KOHTPOJHPYIOT CHEIU(PHUKALNIO TPETHEro IPyAHOTO U
OpIOLIHBIX ceTMEHTOB. Tak, Ubx KOHTPOJIUPYET pa3BUTHE TPETHErO IPYAHOTO CETMEHTA U
NEPBOTO OPIOIIHOTO CerMeHTa; reH abdA KOHTPOIUpPYET pa3BUTHE BTOPOTO, TPETHEro U
YETBEPTOr0 OpPIOIIHBIX CETMEHTOB; a TeHa Abd B --- 3aHUX OPIOIIHBIX CErMEHTOB.
MyTanuyu roMe03UCHBIX TeHOB, CBS3aHHBIC C yTpaTol (DyHKIMHU, BHI3BIBAIOT U3MEHEHUE
NO3UIMOHHON wuH(popMmanmu. CleACTBHEM TaKOrO poja MyTalHid SBISIETCS Tak
HaszbIBaeMasi «mepenHss TpaHchopMalus», B pe3yJbTaTe KOTOPOM CErMEHTHI Tela,
KOHTPOJIMPYEMBIE 3TUMU T€HAMH, OSKCIPECCUPYIOT IPU3HAKU BIEPEIU JIeKAIIUX
cerMeHTOB. Hampumep, mpu HeKoTOpbIX MyTauusx reHa Ubx BMecCTO KyxoKalel Ha
TPEThEM TPYJIHOM CETMEHTE Pa3BUBAIOTCS KPbLIbs, KOTOPHIE B HOPME Y MyX 00pa3yroTcs

TOJIBKO Ha BTOPOM I'pyJAHOM cerMmeHte (puc. 18-18).

KonmueapHOCTh 9acTo MPOSIBIISIETCS] M B PACTIOIOKEHUH TIEPETHEN TPaHHIIBI YKCTIPECCHH
Hox-reHoB B0JIb OCH 3apo/ibllia Wik opraHa. Hampumep, y MICKOIHTAIOIIUX HepeTHIs
rpaHuIa dKCIpeccHu reHa Hoxa-2 NpoXoauT Ha yPOBHE JIMHUH pa3zeia MEXIy IepPBbIM
U BTOPBIM poMOOMEpaMH TOJIOBHOTO Mo3ra. IlepemHss rpaHHma SKCHPECCHH T'€HOB
cienyromiei, Tperbeit Tpynmbl (Hoxa-3, Hoxb-3, Hoxd-3) naxomautcs Ha YpOBHE
yeTBepToro pomoomepa. [lepennss rpanuna skcnpeccuu reHoB Hoxa-4, Hoxb-4 n Hoxd-
4, 3aHMMAIOIUX CJICAYIOIIYIO MMO3MIHMIO B KJIacTepe, CABHMHYTa emie Oonblie Ha3axa, Ha
ypoBeHb Iectoro pombomepa (puc. 18-19). B pesynbraTe BIonb mepeaHe3agHel ocu

TCJIa BOSHHUKACT HOCHGILOB&TCJ’IBHBIﬁ pAa MO3UITMOHHBIX 3H&‘-IGHI/II>1, KaXX0€ U3 KOTOPBIX
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OMPCACICTCA BCC BO3pACTAIOMIMM  YHUCJIOM PA3JIMYHBIX TOMCOJOMCH-COACPIKAIINUX

TPAHCKPUIILIMOHHBIX (PaKTOPOB.

Takum o6pa3zom, kinactepHble HOX-reHbl CO31alOT BEKTOPUAIBHO YNOPAJOYECHHBIE
00JIaCTH 3KCIIPECCUH, YTO MPEAONpeaesieT HOpMalbHOE TeueHHe Mop¢oreHesa BIOJb
nepenne3anueii (A/P) ocu tena. BaxHO momguepkHYTh, YTO KiacTtepHble Hox-reHbl He
SIBJISIFOTCS TIEPBUYHOM NMPOCTPAHCTBEHHOW PETYJIATOPHOM CHCTEMOM, MOAPa3AEIISIOIIEH
TEJIO  Ha TMEPeJHIO, CpenHIo wWin 3aaHo obmactu. ['ensl Hox-kmacrepa
aKTUBHPYIOTCS IIOCJIIE TOrO KaK YCTAaHABIMBAIOTCS TPAHCKPUILMOHHBIE JOMEHBI,
KOTOpble O00O3HAYarOT TJaBHblE OyAyIlMe KOMIIOHEHTHI Tejla, Takhe Kak TIoJoBa,
LIEHTpaJbHasi HEpBHAas CUCTEMa, CETMEHThl, XBOCT M Tak jaiee. Kak mnomaraior,
¢dbopmHpoBaHUe NaTTepHa mepeAHe3agHed ocu reHamu Hox-knmacrepa mnpezncraBiser
co0oil (yHIaMEHTAIbHOE U TIIyOOKO KOHCEPBATHBHOE CBOWCTBO OWIaTepatbHBIX

xuBOTHBIX (Davidson, 2001).
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I'VTABA 19. KNIETOYHAA AATE3UA U ITPOONECCBI MOP®OI'EHE3A

Eme B nayane 20-ro cronerus O. BuiabcoH HabM01a1 B ONBITaX HA Pa3HBIX BUAAX T'yOOK,
YTO MOCJIE MX JUCCOLMHUAIMHN Ha OTIENbHBIC KIETKU MPOUCXOTUT pearperamus KIEeTOK U
BOCCTaHOBJICHHE I'yOOK. Eciii cMemaTh KISTKH, MOTyYeHHBIC OT TYOOK pa3HBIX BHJIOB, TO
HaOIIOaeTCsl COPTHPOBKA  KIIETOK, Ojarojapsi 4emy (GOpMHpPOBAHHE HOBBIX OCOOEH
UMeeT BHIOCTeNH(PUUECKHl XapakTep.  SIBIEHHME COPTUPOBKH KIETOK TMOAPOOHO
uccnenoBan B 1940-x romax W. TonpTdperep Ha KIETOYHBIX CYCHEH3USAX TKaHEH
3aponpliiell aMmpuOuii. beuto MokazaHo, 4TO B CMEIIAHHBIX KJIETOYHBIX CYCIEH3MIX in
vitro peaccoruamnus KJIETOK MPOWCXOAUT HECIydaiHbiM oOpa3zom. Hampumep, ecnu
CMEIINBANI KJIETKH ME30JEPMbI U AKTOJEPMBbI, ME30/I€pMANIbHBIE KIETKH CBA3BIBAIUCH
Mexay co0olf W OKa3bIBaJNCh OKPYKEHHBIMU OJKToAepMoi. Eciam cmemmuBanuch
JKTOJCPMAIbHBIC, ME30JepMajbHbIC W  DHTOJACPMAIBbHBIE  KJICTKH, BO3HHKAJIA
TpeXcJoiiHasg CTPYKTypa C DOHTOAEPMOM, 3aHMMAIOIICH BHYTPEHHEE TOJIOKEHHE,
ME30JIepMOil B IIEHTPE, W IKTOAECPMON Ha mepudepuun. s ommcaHus MPOUCKOISIINX
coowrTuii ['onbrdperep BBEN noHsTHE agdguunocmu (ot nar. affinis --- poaCTBEHHBIN)
WM CPOJCTBa TKaHeW. B cMemaHHON MOMynsnuu in vitro ¢opMUpOBaInCh OAHOPOIHBIC
TKaHEBBIE CTPYKTYpbl, B TOM WYHCIE€  IOKPOBHBIC, HEPBHBIC M DHTOJEPMAaJIbHBIC
obOpazoBanus (puc. 19-1). 3 3Tux ucciaeaoBaHWil BBITEKANO, YTO (PyHIaMEHTAIbHBIM
CBOMCTBOM mubdepeHIMPOBaHHBIX ~ AMOPUOHANBHBIX  KIETOK  SBIAETCA  HX
M30MpaTeIbHOE CPOJICTBO K IMOAOOHBIM KJIETKaM, TaK YTO CTPOSHUE TKAHU, BO3MOXKHO, B
M3BECTHOM Mepe ompenensiercs auddepeHnnanbHon ag@uurocmvio  KIETOK pa3HBIX

THUIIOB.

BaxHO mOIUEpKHYTh, YTO MPOUCXOAUT HE TMPOCTO OOBEIUHEHHE OJIHOPOIHBIX
3JIEMEHTOB, HO M 3aKOHOMEpHOE MX pactpezenenune B mpoctpanctse (Townes, Holtfreter,
1955).

B sTux u mogoOHBIX 3KCIEpUMEHTaX KIETKU OOHapyKuBaiu adeeszuto (0T nat. adhaesio
--- IPWIKIIAHUE), WA CIIOCOOHOCTh M30MPATEIIBHO CIMIATHCS APYT ¢ nIpyroM. Kak Obu10
YCTaHOBJICHO TO3JHEE, a/IF€3UBHBIE CBOMCTBA KIJIETOK OIMPEAEISIOTCS PACIIONOKEHHBIMU
HAa WX TIOBEPXHOCTH OCOOBIMH Monexkyramu Kiemounot aodeesuu (MKA). B xone

3M6pI/IOHaJ'[I)HOFO Pa3sBUTHA aATrC3UBHBIC CBOMCTBA KJICTOK 3aKOHOMCPHO HM3MCHAIOTCS 3a
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CUET CMHTE3a M BKIIIOUCHUS B COCTaB IJIa3MATHUYECKOU MGM6paHBI PAa3INIHBIX 6€JIKOB, a

TaKXKe 3a CUET UX MOAU(PHUKAIIMHU, HAIPUMED, TyTEM TNIMKO3UIUPOBAHUS.

B 1960-x rtomax M. CreitHOepr npemoXWI TEPMOAMHAMUYECCKYIO MOJIEIh
muddepeHnmnansHoi aare3un. Eciu cuna aare3uu KIETOK --- [, 1 UMeroTes KISTKU TUTa
a W THma b, TO B CMEMIAHHOW KYJbType 3THX KIETOK OyJIeT HWMETh MeCTO
comomunuyeckass WU cemepomunuyeckas anre3us. Cuiabl TOMOTHUIIMYECKON aAre3uu
MEXIy OJHOPOJHBIMHU 3JeMeHTaMHu 0003HauuM I, U Iy, , @ CHIIy TeTepOoTHIHYECKOM
aare3uu MeXnay KiaeTkamu a u b --- [, [loBenmeHne KiIeTok B KyJbType OMpeesieTcs
COOTHOIIIEHHEM MEXIy cpenHel cumnoii romotunudeckoit anre3ud W=(I.+1y,):2 u cunoit
rerepoTunnyeckoit aare3uu L, . Ecniu W MenbIe win paBHO L., , TO KIETKH B KYJIBTYpE
OyIyT pacnpeeneHbl caydaiiHpiM 00pa3om. Eciu ke W>I,,, TO Tpon30ii1eT COpTUpPOBKa,
W JIBa TUMNA KJIETOK OOpa3ylT EIWHYI0 CHCTEMY C YETKHM MPOCTPAHCTBEHHBIM
pa3AeneHueM pa3sHOPOIHBIX AIEeMEHTOB. B cnmyyae W>>I,,, copTHpOBKa NpUHUMAET BU
cerperaiuu, B X0Je KOTOPOH JBa TUMA KJIETOK MPOCTPAHCTBEHHO 000COOMISIOTCS (pHC.
19-2). C ToukuM 3peHHs TEPMOJUHAMHYECKONH MOJIEIM, COPTUPOBKA KJIETOK pa3HOMN
MPUPOJBI B CMEIIAHHOW KYJIBTYpPE CIIOCOOCTBYET MUHHUMHU3AIIMU CUJI TTOBEPXHOCTHOTO
HaTsbkeHud. Ha moBepXHOCTHM KOHIJIOMepara OCTalTCs KIETKM C HAaWMEHbIIEeW CHIION
aare3uu. ONUCaHHBIE MPOIECCH COPTUPOBKHU OYIyT MPOUCXOAWTH U B TEX CIydasX,
KOrja KJIETKH CMEIIAHHOW MOMyJISIHUA UMEIOT Pa3HOE Koauuecmeo MOJEKYJ aIre3uu:
KJIETKH ¢ Oosee BbICOKOM KoHIeHTpauueii MKA 3aiiMyT LEHTpalibHOE MOJIOKEHHE B

CUCTEMEC.

MoJiekyjibl KI€TOYHOH aaresuu. B HacTosmiee BpeMss ONMCAaHbl TPU CEMEHCTBA
MOJIEKYJl KJIETOYHOW aAre3uu: CynepceMercTBO KaArepuHbl, UMMYHOIJIOOYJIUHBI M
cenektunbl (puc. 19-3). I[lupokoe pacnpocrpaneHne wumeror Ca2’-3aBHCUMBIC
kaoeepunwt (0T --- Calcium-dependent adherin), koTopbie MepBOHAYAIBHO OBLTH
oOHapy KeHBI B MMEYEHHU, U paHee 0o0o3Hadanuch kak L-CAM (ot --- liver cell adhesion
molecules). YV MO3BOHOYHBIX MOYTH BCE KJIETKU 3KCIPECCUPYIOT OJMH WM HECKOJIBKO
KaarepuHoB. KaarepuHsl --- 3TO KpymHBIE TpaHCMEMOpaHHBIE TJIMKONPOTEHHBI,
BHEKJIETOUHBIE JIOMEHBI KOTOPBIX COJEpXkAaT OKOJO CTa aMHHOKHCIIOTHBIX OCTaTKOB, B

TOM uwucie mnocnenoBarenbHocTh His-Ala-Val, xoropas m y4acTByer B COeIMHEHHUU
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MOJICKYII. CBs3b MCKAY MOJICKYJIaMHU KaArc¢pruHa, BCTPOCHHBIMU B IJIA3SMATHYCCKYIO
MeMOpaHy KJIETKH, BO3MOKHA TOJIbKO MPHU HAJIMYHH B CPEie MOHOB KaJbIUs. DTU UOHBI
(bUKCUPYIOTCST  OCOOBIMH KalbIM-CBSI3bIBAIOIIMMU  caiTamMu. CoelWHEHUE MEXITy
MOJIEKYJIAaMH KaJr€pHHOB UMEET OOBIYHO 2OMOPUIbHBIN XAPAKTED, TIPH KOTOPOM MEXKILY
co00¥i B3aMMOICUCTBYIOT HACHTHYHBIE MOJICKYJIBI COCETHUX KJIETOK. BHYTpUKIETOUHBIN

AOMCH KaArepruHa COCAUHCH C IOMOIIIbIO KATCHUHOB C HHTOCKCHCTHOP'I CHCTEMOM KIIETKH

(puc 19-4).

Pa3nuyatoT HECKOJBKO THUIOB KaArepuHoB: E-kaArepuH sHUTENUaNbHBIX KIETOK, P-
KaJIFepUH KJIETOK IUIalleHThI, N-KaJrepuH KJIETOK HEepBHOU mpupoxbl. E-xaarepun, umm
VBOMOpYIUH, WTPACT KPUTHYECKYI0 poiib B (opMupoBaHum OIacTONMCTHI U
mudepeHnnannu TpodaKToaepMbl 3apoasiia M. OH MHULUAPYET KOMITaKTU3aIHI0
Ha 8- KJICTOYHOW cTaguu, W oOecrmedymBaeT HAa OJTOH CTAAWH TOJSPHU3AIIIO
07acToMepoB, a MO3JHEE --- KABUTAIUIO 0JaCTOLENs U MPOCTPAHCTBEHHYIO CETPEranuio
BHYTPEHHEH KIJIETOUHOW Macchl. N-KaArepuHbl UTPalOT pOJib B TaKUX MpoIleccax, Kak
YAJUHEHWE HEUPUTOB, UX OOBEAUHEHHE B IyYKH, NMPOKIAAKA IMyTeH MPOXOKIACHUS
aKCOHOB, pacloO3HAHWE MHIICHEH AaKCOHOB, crenudukanus 3puTeNbHBIX TyTed. C
noMoIpl0 N-KaArepuHOB MOKHO MAapKUpPOBaTh (DYHKIIMOHANBHBIE CBSI3U MEXIY
pa3siIMUHBIMU OTACIIAMHU MO3Ta. Bwmecte ¢ Tem N-KaI[FCpI/IHI)I B XO0I€ 3M6pI/IOHaJ'ILHOFO
pa3BUTHS BIEPBBIE SKCIPECCUPYIOTCS B KJIETKaX MPOCIEKTUBHON ME30J€pMbI Ha CTaJIUU

racTpyJbl.

BaxxHyto poib HUrparoT pa3sHOOOpasHbIE UMMYHO2100YIUHOEble MOJIEKYIIbl KIETOUHOMN
aare3ud puc. 19-5), Bxoxdume B COCTaB CyHepceMencTBa HWMMYHOIJIOO0YJHHOB.
OTKpBITHIC BIEPBBIC B KIETKaX HEHPAILHON CETYATKH, STH OCJNKH MepBOHAYAIBLHO OBUIH
HazBanel N-CAM (neural cell adhesion molecules). B cocraBe monekyn N-CAM
umeercst oT 4 10 6 UMMYHOTJIOOYJIMH-IOJOOHBIX U 10 6 (UOPOHEKTHHOBBIX JOMEHOB
(puc. 19-6). Monekynsl N-CAM 3askopeHbl B IJIa3MaTHYecKO MeMOpaHe M, OOBIYHO,
B3aUMOJEHCTBYIOT C TOMOJIOTMUYHBIMH MOJICKYJIAMU COCETHHX KIETOK (comogunvHoe

B3aMMOJIEHCTBUE), HE HYKAasch B MoHax Ca®’ .

Cenexmunul --- OCNKHU, CBSI3BIBAIOLINE YTICBOABI. DTO KaJIbLUI-3aBHCUMBIE MOJIEKYJIBI
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aAre3ud, KOTOphIE OOECIIEUYUBAIOT B3aUMOJICHCTBHE MEXKIy KJICTKAMH KPOBH H

DHIOTEIUEM.

BHexkieTrounblii MmaTpukce. B nporeccax knerounoit nuddepennuanum u mopdorenesa
OUYEBUJIHYIO, XOTS €Il[€ U MaJIO UCCIIEIOBAHHYIO, POJIb UTPACT BHEKJIETOYHBIN MaTPUKC ---
CIIO)KHBIA ~ KOMIUIEKC, TPEJICTABICHHBIN, TJIAaBHBIM  00pa3oM, a/Ire3UBHBIMHU
BHEKJIETOUHBIMH Oenkamu. benku MaTpukca o00pa3ylOT CIOXHYIO CeTh, YeMy
cnocoOCcTByeT Hanmuuue ocoboro tpumnentuaa RGD (arg-gly-asp). BrexneTouHsbli
MaTPUKC --- YPE3BBIYAHO JMHAMUYHAS CTPYKTYpa, MOCTOSHHO MEHSIOIIASCS 10 Mepe
muddepeHranuy 3apoabliia. ITH U3MEHEHHUs O0YCIOBIIEHBI HE TOJBKO CHEUu(pUKON
HKCHPECCHH TE€HOB KIIETOK, KOTOpPbhIE MPOAYIHPYIOT MATPUKC, HO U AKTHBHOCTBIO BO
BHEKJIETOYHOM TPOCTPAHCTBE Ppa3IWYHOrO pojaa (EepMeHTOB, B TOM 4HCIE
METaJJIONPOTea3, KOTOPhIE W3MEHSIOT CBOMCTBA MAaTpPHUKCa, OKa3bIBasi CYLIECTBEHHOE
BIMSHME Ha CUTHAIMHT. B cocTaBe BHeKJeTOuHOTro Marpukca (puc. 19-7) paznuuarot

d)u5p0H€Kmqul, KoJlacenvl, 1aMUHUHbL, NPDOMEO2IUKAHbL U 2JIACIMUHDbL.

IIpomeoaenukansl --- CUILHO OOBOTHEHHBIE OEJIKH, TPHIAIOIINE TeIe00pa3HBIN XapaKkTep
COCAMHUTENIFHOW TKaHU. ITO HE TPOCTO CTPYKTYPHBIH KOMIIOHEHT TKaHH.
[Tporeornukansl, CBsI3bIBas (HAaKTOPHI POCTa MM ApPYTrHe OCNKH, OKa3bIBAIOT BIMSHHUE HA
3 PEeKTUBHOCTD CUTHATHHTA. PUOPOHEKMUHbL --- KPYIHbIE TIUKONPOTEHHBI, CTPYKTypa
KOTOPBIX MPEIOTIPEIEINISIET HX B3aUMOJICHCTBUE C IPYTUMHU KOMITOHEHTAMH MaTPUKCa U, C
MOMOIIBI0O MHTETPUHOB, C KJIETKaMH. braromaps ambTepHaTHBHOMY CIUIAMCHHTY TeH
(¢uOpOHEKTHHA TaeT HECKOJIBKO pasHbIX (opM Oenka, Crienu(pUUHBIX Ui PAa3HBIX THUIIOB
KIeTOK © TKaHed. Koaraeenvi --- TIPEACTABICHBI HUTYATBIMH  CTPYKTypamH
HEpacTBOPUMOIo Oenka, KOTOpble 00pa3yloT IUIOTHYIO ceTb. CTpyKTypa M COCTaB
KOJIJITareHOB 3aMETHO BapbUPYIOT B pPa3HbIX TKaHAX. OcoOeHHO OOrarhl KOJUIAar€HOM
AepMa, XpAIIX U KOCTH.

Jlamununsl --- OYEHb PAHO TOSIBISIOTCS B SMOpHOreHe3e. DTO --- HEMPEMEHHBIN

KOMITOHEHT 0a3ajIbHOM INTACTUHKHU DIUTEIHNEB.

BaxHO mogUepKHYTh, YTO BHEKJIETOYHBIH MATPHKC CIYXKUT HE TOJIBKO CyOCTpaTom,

KOTOpBI o0ecreunBaeT CIeu(pUUIecKoe CBA3bIBAHUE U MUTPALUIO KIETOK. JTO, BMECTE
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C TEM, HWCTOYHUK CHUTHAJIOB, KOTOpBIE MEPENAIOTCS KIETKaM C IOMOULIbI0 MOJIEKYJ
cybctpaTHO# aare3wu. BO3MOXKHO, YTO HEKOTOpPHIE MOJEKYJbl CyOCTPAaTHOW aare3uu
y4acTBYIOT B Tepenadye UWHGOpMAIMU, KOHTPOIUPYIOIIEH OSKCIPECCHUI0 TEHOB U
Moporenernyeckue nporecchl. [lokazaHo, YTO KOMIOHEHTHl BHEKJIETOUHOTO MaTpUKCa
MOTYT BHJOM3MEHSATH JECHCTBUE NapakpuHHBIX curHaioB. Hampumep, neiictBue FGF
YCUJIUBACTCSA, €CIM OTOT (DAaKTOp CBS3BIBAETCS HE TOJNBKO COOTBETCTBYIOIIUMHU
pelienTopaMu KJIETKH, HO W B3aMMOJEHCTBYeT ¢ TIJIMKo3aMHHOITUKaHHbIM (GAG)
KOMIIOHEHTOM TenapuHcyibhara. HaoGopot, aktuBHOCTh (hakTopa TGF-b monasnsercs

Inpu €ro B3aI/IMOI[eI>’ICTBHPI C MMPOTCOTTIMKaHaMU BHCKJICTOYHOTO MaTpUKCaA.

MouJiekyJibl CyOCTPaTHOM aare3uu: rIIMKO3WJITPaHcdepasbl. BaxxHyro ponb B aaresuu
UTPalOT 2nuko3urmpauncgepazamu. 1o --- (EpMEHTHI, BCTPOCHHbIE B IJIa3MaTHYECKYIO
MeMOpaHy Tak, 4YTO HX KaTaJuTH4yeckass oO0jacTh OOpalleHa BO BHELIHIOI Cpedy
(3kTodH3MM). OOBIYHAs (yHKOUS TIUKO3WITpaHc(hepaz COCTOMT B  TEPEHOCE
aKTMBMPOBAHHOIO caxapa Ha cyOcTtpaT. CBs3bIBasCh C NOTEHIMAIbHBIM AaKIENTOPOM
caxapa, TIIMKO3WATpaHcdepasa MPOYHO YIACPKHUBAET €ro 0 TeX Mop, MoKa B Cpeae He
MOSIBUTCSL COOTBETCTBYIOIIAsl MOJIEKyJa AaKTUBUPOBAHHOTO caxapa. CBs3b MEXIy
KJIETKOH M CcyOCTpaTOM B JIaHHOM CIIyyae HMEET eemepo@uibHblli XapakTep, T. €.
obecrieynBaeTcsl B3aUMOJICHCTBUEM MOJIEKYJ pa3HOM mpupoabl. [mukosuntpancgepassl,
KaK MpaBuJIo, 00ECIEUNBAIOT CBA3BIBAHUE KJIETOK C BHEKJICTOYHBIM MATPUKCOM U, TAKUM
o0pa3oMm, SIBISIOTCS cyocmpamuvimu monexkyramu aozezuu (puc. 19-8). B tex cmyuasx,
KOrJla ¢ MOMOIIbIO INIMKO3WITpaHc(epa3 B3aMMOAEHUCTBYIOT KIIETKHM, Ha MOBEPXHOCTHU
OJTHOM U3 HUX HMEETCS XOPOILO BBIPAXKEHHBIN HaAOMeMOpaHmbili KOMNIEKC, B COCTaBe
KOTOPOI'0 MPEJACTaBIEHbl AKLENTOPHI caxapa, KaKk 3TO IPOUCXOAUT IPU 3aSIKOPUBAHUU
CIepMHUs Ha MOBEPXHOCTH oouuTa MilekonuTaromux. [losBieHune caxapa B TKaHEBOU
cpeae ocnabiseT WM Jaxe MpeKpallaeT 3TOT BUJ aaresuu. Ecnm akuentopom caxapa
CIlyXKWT, Hampumep, N-aleTWIralakTo3aMUH BHEKJIETOYHOIO MaTpukca, TO IpU
OIIPEJICJIEHHBIX YCIOBUAX BO3MOXKHA MUTpalMs KJIETKU M0 cyOcTpary, B X0J€ KOTOPOH
MIPOUCXOIUT MONEPEMEHHOE COCIUHEHUE KJIETKU C CyOCTpaToM M --- IOciie MepeHoca
aKTUBHUpOBaHHOH Y JI®-ranakTo3sl Ha CyOCTpaT --- €€ OThEAMHEHHUE U TOUCK CBOOOIHOTO

aKLenTopa B pe3yJbTaTe Yero U MPOUCXOTUT MepeMEIIeHNE KIETKH.
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Mouaekyabl cyocTpaTHO# aare3un: HHTerpuHbl. K Monekynam cyOCTpaTHOHM aare3uu
OTHOCATCST W TIPEACTAaBUTEIN CEMEWCTBAa uHmMe2puHO8, KIETOYHBIX pELENTOpPOB,
B3aMMOJICHCTBYIONIMX C MOJICKYJIAMH BHEKJIIETOYHOTO MaTpuKkca. HTErpUHBI SBISIOTCS
TpaHCMEMOPAHHBIMU TJIMKONPOTEUHAMH, KOTOpPhIE€ OOBIYHO CBSI3BIBAIOT KIETKY U
BHEKJICTOUHBI MATPHKC, XOTSI MOTYT CBS3bIBAaTH MEXAY COOOM W KIETKH. OITO
CBSI3bIBAHME HYXKJAaeTcs B Kanbluu. KM3BecTHO Oonee 20 pa3IUYHBIX WHTETPHUHOB.
WHTerpuHpl B aKTUBHOM COCTOSIHUM STO KpYyHHbIE TpaHCMEMOpaHHbIE Oenkd ---
TeTEPOIUMEPHI, COCTOSIINE M3 HEKOBAJIEHTHO CBS3aHHBIX o0 W P memei (puc. 19-9).
Pa3HoOOpa3Hbie THITBI ATHX IEMei Mo-pa3HOMY KOMOMHHUPYIOTCS MEXIy co00ii, aaBas
MHOXECTBO (OpM HHTETpHHOB. KileTkn, OOBIYHO, HMEIOT OOJbIIe KOJIUYECTBO
WHTEPUHOB: KOHIIGHTPAIUSl 3THUX MOJIEKYJI-PEIENTOPOB Ha IMOBEPXHOCTH KIETOK Ha

OJIMH-JIBA MOPSAIKA BBIIIE, YeM KOHILIEHTPAIUs PELeNTOPOB (PakTOpoB pocTa.

BuyTpukierounbslie 00JaCTH UHTETPUHOB C MTOMOLIBIO LIEJIOTO Psijia JIMHKEPOB CBSI3aHBI C
aKTUHOBBIM IUTOCKeNeTOM. TakuM oOpa3oM, MHTETPUHBI CO3AAIOT HEMOCPEICTBEHHYIO

CBs3b KOMIIOHCHTOB BHCKJICTOYHOI'O MAaTPUKCa C HUTOCKCIICTOM KJICTKHU.

WHTerpunsl, Kak MEXaHOXUMHUYECKHE DPETYJATOPBI, B PE3YJIbTATE B3aUMOJEUCTBUS C
JUTaHAaMU MAaTpPHKCa WHAYIHUPYIOT SKCIPECCHIO ONpEICIICHHBIX TE€HOB, H3MEHSIOT
OpraHu3aIMI0 [UTOCKEJIeTa KJICTKH, KOHTPOJIHPYIOT IBMKEHHE KICTOK U KIETOYHYIO
nponudepanuto (puc.19-10). Paznuunas peakius KJIETOK Ha OJWH U TOT K€ BHEUTHUU

CUTHAJI MOXET OTPECISITHCS TOHKON CTPYKTypoi perentopa (puc. 19-11).

MoJiekyJibl KJI€TOYHOM M CyOCTPAaTHOM aare3un Kak paxkTopbl Mmopgoreresa. OqHum
u3 yHIAMEHTAIBHBIX MPOIECCOB, JISKAIIUX B OCHOBE MOP(OIreHe3a, sIBISETCS Mepexo]
OIIUTCINAIBHBIX IJIACTOB B ME3CHXUMY H, HaO60pOT, KoHACHCaUs KICTOK ME3C€CHXHUMBI C
o0pa3oBaHHEM OJMNHUTETUANBHBIX MM MACCHUBHBIX 3a4aTKOB. OTH SIUTEIHATIBHO-
MC3CHXHUMHBIC TMCPEXOJbl, OUCBUIHO, CBA3AHBI C 3Kcnpeccne171 MOJICKYIJI KJIETOYHOM
aaresud. Hampumep, nepes o6pa3zoBaHMEM MACCHBHOIO 3a4aTKa XpSIIEBOrO CKeJeTa B
MOYKe KOHEYHOCTH KypPHHOTO SMOpPHOHA B KJIETKAaX ME3EHXHUMBbI OTMEUEHa dKCIpeccust N-

KaarcpuHa. BJ'IOKI/IpOBaHI/Ie AKTUBHOCTH 3THUX MOJICKYJI COOTBCTCTBYIOIIIMMU aHTUTCIIAMHU,
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UHBEIIMPOBAHHBIMU B [TOYKY KOHEYHOCTH, IPEMATCTBYET PA3BUTHIO 3JIEMEHTOB CKEJIETA B
koHeuHocTH. Ecnmm N-kaarepuH BaxeH A HHUIMALUU 0Opa3oBaHUS XPALIEBBIX
Y3€JIKOB, TO JJISl UX COXpaHEHUs HeoO0xoauM uMmyHorsnoOynnHoBbill N-CAM. /[Ipyroit
nmpuMep --- KOHJACHCAIMS ME3CHXMMBI Tpu oOpazoBaHUM coMHUTOB. [logpoOGHO
UCCIIeIOBaHA JKCIPECCUs] KaArepuHOB MpH  (OPMUPOBAHMM HEPBHOM  TpyOKH.
O6ocobneHre HEPBHOM MIACTUHKHU M MOCHeayoniee 000codIeHne HEepBHOU TPyOKH OT
ITIOKPOBHOM IKTOAEPMBI, TI€ JKCIpeccupyercss E-kaarepun, CBs3aHO ¢ MHULMALUEH
cuHTe3a N-kaarepuHa. Eciam  skcnepuMeHTaIbHO BbI3BATh JKCIpeccuto N-KaarepuHa B
9KTOJCPMAIBHOM JMHUTEIUH, TO 000COOJIeHne HEpBHOW TpyOKu Hapymiaercs (puc. 19-

12).

WNuterpunsl cimyxkart ¢akropoMm auddepeHnnanu TKaHEH W ydYacTBYIOT BO MHOTHX
Mop(oreHeTHYecKuX TMpoIeccax, HampuMep, B OOpa30BaHUM HEPBHBIX CKIIAJIOK.
HekoTopbie HUTOIUIa3MAaTHYECKUE CHUTHAIBI  BBI3BIBAIOT MOOYIAYUIO aghgunHocmu
WHTETPUHOB K JHraHgam. biaromapsi MHTErprHAM OCYIIECTBIISCTCS HEMOCPEICTBEHHAS
CBA3b HHUTOCKCIICTA KICTKM C KOMIIOHCHTAMH MATpUKCa, NpU 3TOM OHNPCACIICHHBIM
0o0pa3oM OpPHEHTHUPOBAHHAS KIETKA CIOCOOHA YIOPSIOYHTH PACIIONIOKEHHE MOJICKYI
(GuOpoHEeKTHHA B MaTpHKce. B CBOIO ouepenpb, 3TO YHNOPSAIOYCHHOE DPACIOJIOKCHHE
MOJIEKYJI B MATPHKCA CO3JAET MPEANOCHUIKH OPUEHTHPOBAHHOTO PACTIOIOKEHHUS KIETOK

B oOyiactu (popMUpOBaHUS TKAHH WM 3a4aTKa.

B3anMoneiicTBlie HMHTETPHHOB C O€JIKaMH OCHOBHOTO BEIIECTBa 00ECHeunBaeT
HANpaBIIEHHOE JBW)KCHHE HEPBHBIX OTPOCTKOB. KOHyC pocTa aKCOHOB aKTHBHO
BBIOMpAET MyTh, KOTOPBIA (POPMUPYETCS 3apaHee 3a CUET CO3MAaHUS MPEANOUTUTEIbHBIX
"rponn" W3 MoseKyyn cyOcTpaTHOM aare3wu. [IpoxoskmeHue akcoHa OT Tella HEPBHOM
KJIETKA K MECTy CBOEro Ha3HAa4YeHHs MO TKaHSM 3apoJiblllia --- CIOXKHBIA TMpOLEecC, B
KOTOPOM Y4YaCTBYIOT MHOI'MC KOMIIOHCHTHI. Bonpmoe 3nHauenne B MUrpanuu akKCOHOB
UTrpaeT, B YAaCTHOCTH, JIaMUHUH. POCT aKkCOHOB TaHIJIMEB CeTYaTKH B 00JacTb
3pUTEIBHOTO IMOKPOBA, OJHAKO, HEBO3MOXKEH 0e3 ydacTHsi MMMYHOIJIOOYJIMHOBBIX N-
CAM, koTopbie HE TOJHKO OOECIEYMBAIOT MUTPAIMIO OTPOCTKOB, HO M CIIOCOOCTBYIOT

O6”[>CI[I/IH6HI/IIO COTEH THICAY aKCOHOB B ONITHUYSCKUM HCPB.

107



Baxxupie Ouonormyeckue (QYHKIMM B HSMOpUOTEHE3e BBIMOIHSIIOT (UOPOHEKTHHBI,
B3aMMOJICHCTBHE C KOTOPBIMH OCYIIECTBIISCTCS, TJAaBHBIM 00pa3oM, WHTETPUHAMH
KJIeTku. [7aBHBIM penentopoM (GUOpOHEKTHMHAa y paHHero 3apozbima KceHomyca
ciy)xut RDG-cnietmdnueckuit unrerpun aS5B1. B siine Kcenonmyca umeercs 6onbiioe
konmdectBo MatepuHcknx HPHK o6enx cyOwenunmi (a5 u B1). B nepuon npobnenus u
racTpyssiuuu 3penslid o5B1 MHTErpuH CHHTE3UpPYEeTCs HENpPEpPBIBHO M BKIIOYAETCS B
HOBOOOpa3ylomecs MeMOpaHbl BCeX KIETOK. DPUOPOHEKTMH B paHHEM pa3BUTHH
am(puOuii BrepBbIC MOSBISAIOTCS HA CTaAUM ONAaCTyJbl, KOTJa CeTh ero (uopul
oOpa3yeTcss Ha BHYTPEHHEH MOBEPXHOCTH MHOTOKJIETOYHOIO CJOSl KIJIETOK --- KPBILIH
onmacronens. [Ipu racTpynsanuu 3TOT MAaTPUKC OOECIEUYMBACT MUTPALHIO ME30JIEPMBI.
OUOPOHEKTUHBI 00ECIEUNBAIOT MHUTPALUI0 ME30J€PMaIbHBIX KIETOK IO MOBEPXHOCTH
SHTOAEPMBI U TIpU (OPMHPOBAHMHU 3auaTKa CEpAlla Y KypHHOTO 3apojblllla B KOHIIE

MEPBBIX CYTOK MHKYOAIWH.

Kak yxe roBopminoch, (GyHKIHS MOJNEKYJ KIETOYHOM aAre3Md HE OTpaHHMYMBACTCS
TOJIBKO 33Ja4aMy MEXaHWYECKOTO COSAMHEHUsS KIETOK. MOJEKyNbl KIETOYHON aIre3uu
BXOJSIT B COCTaB CIIO)KHOW CHTHAJIbHOW CHCTEMBI, KOTOpas, BOCHPUHUMASI CHTHAJIBI
BHEIITHEW CPebl, YIaCTBYET B PETYIALUHN TPAHCKPHUIIIUN, U TEM CAMBIM --- B PETYJIALUH
KJIETOYHOTO pa3MHOXEHUs, Tuddepennuannu u popmoodpasoBanus. B skcrepumeHTax
C MyTaHTHBIMH (OpMaMu HHTETPHHOB M KaATEPUHOB, y KOTOPBIX OTCYTCTBOBAJIH
BHYTPUKJICTOYHBIC OMEHBI, BBISCHHJIOCh, YTO HM3MEHSIOTCS HE TOJIBKO aJre3UBHBIC
CBOWCTBA KJIETOK, HO M uX auddepeHumanus. BHyTpukieTouHsle 001acTH MOJICKYJI
KJICTOYHON ajre3W, Kak TOKa3ald »dTH OKCICPUMEHTHI, HCHOJHAIOT  POJb

COOTBCTCTBYHOIIIHUX obnacTeil KJIETOYHBIX peuCIuToOpoOB.

IlockonbKy BHYTpPEHHHMH JOMEH KaAr€pHHA COEIMHEH C AKTUHOBBIM LIUTOCKEIETOM
KIETKM C IOMOIIbIO 0O-, - W 7Y-KaTeHWHOB , a [-KaT€HHMH  MCIOJb3yeTCs Kak
TPAHCKPHUILMOHHBIM KodakTop mpu Wnt CUTHAJIMHTE, BHICKA3bIBAETCS MPEAIIOI0KEHNUE,
yro Wnt CUTHAJIMHT, C €70 MEXAHU3MOM PETYJIALNNA CTAa0MIBHOCTH [-KaT€HHWHA, MOYKET
BIMATh HAa (QYHKIMM KaJArepuHOB, M HaoOOpoT. MmeroTca paHHBIE O TOM, YTO

KoHIeHTpauus E-kanrepuHoB BrnusieT Ha auddepenuunanuio oonura y posoduist (puc.
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19-13). Oxka3anoch, 4TO OOLIUTOM CTAHOBHUTCS TOT LIUCTOLIUT, KOTOPBIN XapaKTepU3yeTCs
MaKCUMaJIbHBIM cojiepkanueM E-kanrepuna. B Tex ciydasix, korna B 3kcnepumente E-
KaJIFepUHBl OTCYTCTBOBAIM B TOJOBBIX WIH (DOJIMKYJISPHBIX KIIETKAX, JETEPMHUHAIUS
ooluTa MpoucxXonauia cioydallHeIM  oOpazoM. Ecmum akcnpeccus E-xagerpuna
MPOUCXOJWIA JIMIIb Y YacTH (DOJUTUKYJSIPHBIX KJIETOK, TO OOLIMT BCErJa BO3HHUKAN B
00JIaCTH KOHTAKTa IUCTOIMTA C KJICTKOW (DOIITMKYJISPHOTO SMUTENUS ¢ MAaKCUMaJIbHOM

KOHLIeHTpauuen E-kaarepuHa.

JIaHHBIX O HENOCPEACTBEHHOM POJIM MMMYHOIJIO0YJIMHONOJOOHBIX MOJIEKYJ aAre3uu B
yhnpaBleHUU IMpoueccaMu auddepeHranuy Majao. TemM He MeHee, KOCBEHHBIM
CBUJETEIBCTBOM MX y4acCTHUsSl B 3TOM MPOILIECCE MOXKET CIYKUTh UX AKTUBHAs IKCIPECCUS

B reproa MopgoreHesa.

Murpamnusi KJjeToKk HepBHOro rpedonsi. Kierku HepBHOTO TpeOHsS BO3HUKAIOT TPH
3aMbIKaHUH HEPBHOI TpyOKM B ee JOpcalbHOW MequaabHOW 00JacTu, rle MPOUCXOTUT
TpaHcopMaIs SMUTSIHAILHOTO IUIacTa B Me3eHxuMy. [locie cBoero 00ocoOieHus
KJIETKM HEPBHOTO TIpeOHS MUIPUPYIOT B pa3Hble OONAacTH Tela IO ONpe/eleHHBIM
HanpaBieHusM (puc.19-14). B TynoBumHOW 00JacTH MUTpanus HNPOMCXOJUT B JIBYX
OCHOBHBIX HAIIPaBJICHUSAX --- BEHTPAJIbHOM U JI0pcajbHOM. BeHTpanabHOE HampaBieHHE
MOJPAa3/IeIeHO Ha JIBa IMyTH: MPUJIETAIONIMNA K HEPBHOHM TpyOKe senmpomeouanvuwili, N
MPUWICTAOIIMA K JEPMOMHOTOMY --- BEHTPOJATEPAIbHBIN. JlopcaribHOE HAIPABICHUE
IIPOXOJUT MEKIY COMHUTOM M NOKPOBHBIM dnuTenueM. llepeMenieHne KIIETOK HEPBHOTO
rpebHs O0YCIIOBJIEHO, MPEXJE BCEro, UX AaKTUBHBIM JIBWXXEHHEM. BBIICHHMIOCH, 4YTO
HaNpaBICHUE STOW MHIPAllUM 33JaeTCs CBOMCTBAMH aare3MBHOTO cyoOcTpara, IIo
KOTOPOMY HPOMCXOJUT ABHXKEHHE, WU eanmomakcuc KieTok (oT rped.NB opto ---
NPUKPEIUIATh,  XBaTaTh). BHEKIETOYHBI  MaTpPUKC  MOXET  OBITh  CHaOXeH
MEPMHUCCHUBHBIMH, pa3pelIaloUMU JIBUKEHUE MOJIEKYJIaMU CyOCTpaTHOM ajare3uu, wWin
K€ MOJIEKYJIaMH, KOTOpbIE HE MO3BOJIAIOT KIETKaM Murpuposats. IIpennonaraercs, 4ro
MOJIEKYJIbI CyOCTpaTHON aAre3ud B pa3HbIX KOMOMHAIUAX (POPMUPYIOT IIyTH MUTPALIUN

KJIETOK HEPBHOTO TPEOHS.
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Murpanus KJIeTOK HEpBHOTO I'peOHsI HE MPOUCXOAUT IO TKAHIM 3aHel 006JacTu coMuTa.
Knerounsle moTOokM U3 00JAaCTM HEPBHOTO TIpeOHS B BEHTPAJIBHOM HAaIpaBIICHUU
MPOXOJAT B TYJOBHILE MO3BOHOYHOTO TOJBKO Yepe3 pOCTpaibHbIE OOJACTH COMHTOB.
[lepecanka 3agHuX 0OMACTel HA MYTH MHUTPAIUH KIETOK I'pPEOHS OJIOKHPYET JBHKEHHUE
KJIETOK, OTpeAeNeHHbIM 00pa3oM yKas3blBas Ha TO, YTO 3allpeT Ha MUTPALUIO KIIETOK
JEMCTBUTEIBHO CBSI3aH CO CBOMCTBaMM TKaHeH 3Toi 30HbI comuta. Cpenu nepmuccusHvix
MOJIEKYJT cyOcTpaTa, paspemaronux MUTPAIHI0, OMUCaHbl (UOPOHEKTHH, JTJAMUHUH, U
HEKOTOphle HM30(OpPMBI KoOIIareHa. MUrpanuio KJIeTOK HEPBHOTO TpeOHS, MOXXHO
MOJaBUTh, €CIM KYPHUHOMY 3apOJbIINly MHBEIUPOBATH IMENTHIBI, KOTOPbIE OJIOKUPYIOT
pelenTopsl KJIETOK, MNpeJHa3HAYeHHbIE IS B3aUMOJEHCTBUS C  (DPUOPOHEKTHUHOM,.
[IpexpacHbIM CyOCTpaToM it MUTpPAIMU KJIETOK HEPBHOTO TpeOHs in vitro cmykar
pa3HOOOpa3Hble JTAMUHHUHBI. DTH TJIMKONPOTEUHBI COCTOAT U3 TPEX BapbHPYIOIIMX
nerneu --- o, f u y. Hampumep, B cocraBe mamuauHa-1 umerorcs al, Bl u yl menwm, a

naMuHUH-4 coctouT u3 02, B2 u y1 uzodopm.

B cocraBe miazmaTrueckoii MeMOpaHbI KJIIETOK HEPBHOTO TPEOHSI UMEIOTCSI MHTETPHHBI --
- peuenTopbl, KOTOphIE B3aMMOJICHCTBYIOT C O€lKaMd BHEKJIETOYHOTO MaTpHUKCa,
oOecrieunBasi MUTPAIMIO KIETOK MO cyOcTpary. [lokazaHo, 4To y KypuHOTO 3MOpHOHA
nepes MUrpanyei KIeTKH HEPBHOTO TPeOHs TYJIOBUINA SKCIPECCUPYIOT UHTETpUH 04f1.
Ecnu skcnpeccuto MHTETpUHA MOJaBUTh, TO BBICEISIOLIUECS U3 HEPBHOU TPYOKH KIIETKU
HE CHOCOOHBI K MUTpallMM, W TOTHOArT. MUrpaiui KISTOK HEPBHOTO TIpeOHS

00eCTeYnBaroOT U ApyTHe OCNIKH.

3aHpeTI/IT€J'II)HBIMI/I CUTHAJIaMW JI1 MHUI'palud KJICTOK HCPBHOI'O rpe6H$[ CJIyKar
MPOTEOTIIMKAaHbl BHEKJIIETOUHOT'O MaTPUKCa acepekaH U eéepcukat. Tak, aeepexan iMeeTcst
B 3a4YaTKC XOpJAbl M, KaK IOJIarat0r, MMCHHO OH IMPCIATCTBYCT MUT'pAllMU KIICTOK
HEPBHOTO T'PeOHS M POCTYy aKCOHOB B 3TOM oOnacTu. Jlpyroil XOHAPOUTHHCYJIb(aTHBIA

IPOTEOTIMKaH, BEPCUKAH, 3KCIIPECCUPYETCs B KayAaJbHOM 00JIaCTH CKIEpOTOMA.
B Hacrosimee BpeMsi M3BECTHBI HECKOJIBKO MYTAHTHBIX ()OPM MBIIIK C aHOMAJIHSIMHU

MUTpAlMU KJIETOK HEPBHOIO T'PEOHs, KOTOpbIE TAKXKE CBUICTENBCTBYIOT 00 ydacTUU

BHCKJIICTOYHOI'O CY6CTpaTa B MUI'pAlMH KJIIETOK HEPBHOI'O rpe6H$1. OKa3aJ'IOCB, qTo y
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3apoJbIlield, WMEIONMX MYyTaluilo TeHa splotch, CyIIECTBEHHO BO3pAaCcTaeT CHUHTE3
BEPCHKaHA. JTOT MPOTEOTJIMKAH MOSBISETCS B OONACTH OOBIYHBIX IMyTEW MHUTPAIHH
KJICTOK HEPBHOTO TpeOHsI, ¥, 3aJICpKUBasi €e, HapyllaeT HOpMalbHOE (OPMHUPOBaHUE
MIPOU3BOTHBIX HEPBHOTO TpeOHs. CXOmHBIE TaHHBIC WUMEIOTCS B OTHOIICHHH MYTAIlUU
patch. HapymieHuss MEUTpalliy KJIETOK HEPBHOTO TPEOHS MPOUCXOMIAT TAKXKE Y MyTaHTOB
MbIIU white spotting (W) u steel (S[), XxapakTepu3yIONUXCsS HApyIICHHEM MUTMEHTAIINU.
O0e MyTamuu 3aTpardBalOT TPOBEICHWE CUTHAJNA, CBSI3aHHOTO C THPO3WHKWHA3HBIM
peuenitopoM c-Kit u ero nurangom SCF (Stem cell factor). B oTnuuune oT MbIm MyTarust
white aKCONIOTIII  BBI3BIBACT YMCHBIICHWE  HAKOIUICHUS TICPMUCCUBHBIX OCIKOB
BHEKJICTOYHOTO MAaTpUKCa B OOJIACTH TYyTEH MUTpAIMd KJIETOK HEPBHOTO T'pEOHS.
[TurMeHTHBIE KJIETKH MYTaHTOB White MUTPUPYIOT B JOPCAJIBHON OO0NAacTH JNHIIb Ha
KOPOTKHE PACCTOSIHUSA. VIHTEpeCHO, 4TO MHTrpamus B BEHTPAIBHOM HAIPABJIICHUU IPHU

3TON MyTallM{ NPOTEKAET HOPMaJIbHBIM 00pa3oM.

Pestomupyst ckasaHHOe, clelyeT MOAYEPKHYThb, YTO YIPABICHHE MUIpPAIlE KIETOK
HEPBHOTO TPEOHS KOHTPOJIUPYETCS CIIOKHOW CHCTEMOW B3aMMOJCHCTBHHA KJIETOK C
BHEKJIETOUHBIM MaTpuKcoM. [yl obecriedyeHus yClenHoi MUrpanuy KJIeTOK HEpBHOTO
rpebHss TpeOyeTcst BBICOKas KOOPIMHALMS HKCIPECCHS PA3JIMYHBIX TE€HOB, YTOOBI B
HY’KHOM MECTE€ U B HY>KHOE BpPEMs Yy 3apOAblllla IOSBUINCH Obl CUTHAJIBHBIE MOJIEKYJIbI
KJIETOYHOM M cyOCTpaTHOM ajre3uu B HEOOXOIMMOM aCCOPTUMEHTE U B ONTUMAJIbHOM

COOTHOIICHHH.
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I'JTABA 20. AIIOIITO3 KAK ®PAKTOP MOP®OI'EHE3A.

OnHuM U3 yAUBUTEIBHBIX SIBICHHUH, OTKPBITHIX KJIECTOUYHOUM Onosiorueit B koHie 20-ro
CTOJIETHSI, MOXKET CIIYXKUTh MpOrpaMMHpyeMasi KJIeToYHasi THOenb, Wik anonmos (ot
rped. dmontog --- HeBUAUMBIN, CKpbITHIA OT B30poB) (Kerr, Wyllie, Currie, 1972). ¥
KUBOTHBIX HMMEIOTCSI MEXaHM3Mbl, AaKTHUBHOCTb KOTOPBIX BKIIOYAeTCS MpU
HEOOXOIMMOCTH B OIpPENEICHHBIH MOMEHT BPEMEHHU JIOKAJIBHO YHHYTOXHTH
M30BITOYHBIE KIETKH. Y 3apOJBIIICH aronTo3y MOIBEPraroTcs H30BITOYHBIE MTOJIOBHIC
KIETKH, H30BITOYHBIE HEWpoOaacThl, IUMGOOTACTHI, YCTPAHSAIOTCA HN30BITOUHBIC
KJIETKH HEpPBHOTO rpeOHs B obmactu 1-0if u 3-eif »abepHbIX OYyT, NPEHSATCTBYS TeM
camMbIM 00pa30BaHMIO 3/1€Ch MECT MPHUKperuieHus: Mblii. [Ipu pa3BUTHU KOHEYHOCTH
MO3BOHOYHBIX C TOMOIIBIO  afolTo3a YHUYTOXKAIOTCS — U3JMINHUE  KIIETKU
MeXManbleBbix obmacrerd (puc. 20-1). Ilpm 5TOM TIaBHBIMH JECHCTBYIOIUMH
(dakTopaMu BBICTYMalOT Oenku ceM. BMP, koTopble akTUBHPYIOT aromnTo3, H
¢ubpobnacTuueckue (HakToOpel pocTa, JCHCTBYIOIIHE B  IPOTHBOIOIONKHOM
HarpaBieHuu (puc. 20-2). bmarogaps amonrto3y pa3pymiaroTcs 3a4aTKd MOJOYHBIX
Kelle3 y caMIIOB MIIEKOMHUTAIOIINX M KaHAIIbIIbI Me30He(poca MO3BOHOYHBIX B IEPUO]

€ro 3aMeIIeHust MeTaHe(hpocoM.

Oco0Ople MacmTabbl TPUHUMAET MPOrpaMMHpyeMas CMEpPTh KIETOK B Cllydae
MeTamopho3a, CBA3aHHOTO C JeTeHepallieil MaCCUBHBIX o0acTel Tena TMUMHKH. Tak
C MNOMOMIBIO amomnTo3a AOCTUTACTCA PErpeCCHd XBOCTAa JIMYHUHKU 6€CXBOCTLIX
ampuoduii. [Tpu Mmetamopdo3e myTeMm arnonTo3a YHHUTOXKAIOTCS M IMMOKPOBBI XBOCTA, U
ero myckynarypa. [IpeapacnonokeHHOCTh TKaHe XBOCTa K YHUUTOKECHHUIO B MTEPHO/T
MeTamopo3a ObUTa TMPOJAEMOHCTPHpPOBAHA elie padoTaMH SKCIEPUMEHTAIBHBIX
AMOPHOJIOTOB TEepBOM MOJIOBUHBI 20-T0 CTOJETHSA. B ombiTax Mo TpaHCIUIAaHTAIUHA
TKaHell XBOCTa B TYJIOBUIIC U TIJila3a B XBOCT 651.]'[0 IMMOKa3aHO, YTO ACCTPYKTHUBHLIC
H3MEHEHHUS TKaHeHd XBOCTa MPOUCXOAAT HE3aBUCUMO OT IIOJIOKCHHSA B OpPraHuU3MC.
Hao0opoT, TpaHCITaHTUPOBAHHBIN TJ1a3 COXPAHSUT CBOIO IEIOCTHOCTh B OXBAYEHHOM
JIeTEHEpaTUBHBIMM HM3MEHEHUSIMH XBOCTe. TakuMm o00pazoMm, IporpaMMupyemas
CMEpTh KIJIETOK XBOCTa B mepuoi Mmetamopdo3a Anura, HHUIUUpPyeMass TOPMOHOM
TUPOKCHHOM, MMEeT chenupudYecKuil A AaHHOTO oprana xapakrep. OdeBuiHOE
3HAYCHWE WMEET aronTo3 W MpH MeTamopdo3e HaceKoMbIX. Y npo3oduiisr 20-

OUTUIPOIKIN30H, KOHTPOJIUPYIoLuil MetamMopd03, akTUBUPYET J1Ba F'eHa aronTosa --
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- reaper u hid (head involution defective), OT KOTOPBIX 3aBHCHT BKJIIOUCHHE

MCXAaHU3MOB allOIITO3a B Pa3HBIX OpraHax JJMYWHKH.

VY "ematonsl Caenorhabditis elegans B npouecce pazButus oopasyercs 1090 kierox,
u3 KoTopbix 131 monBeprarorcs amonTto3y. MexaHu3Mbl MIPOrpPaMMUPYEMON CMEPTH
KJIETOK COXPAaHAIOTCA M y B3pOCIBIX >KUBOTHBIX. 3/1€Ch OHHM HCIOJB3YIOTCS JUIS
YHHUTOXEHHS KJIETOK, 3aBEPIIMBIINX CBOIO (DYHKIIHIO, HAPUMED, JUIsl YHUUTOKEHUS
aKTUBHPOBAHHBIX T-KJIETOK TIOCIIE YCTpaHeHHU HH(DEKIIMOHHOTO areHTa, a TaKkKe IS
yCTpaHEHUs KJIETOK C T€HEeTHUYECKUMH HapylmeHUusMU. O4eBUIHO, YTO B MOCIETHEM
cllyqae --- QamonTo3 CHOYXXUT JUISI YCTPAaHEHHS TOTCHIUAIBHOW OIACHOCTH
BO3HUKHOBEHHUS  3JI0OKQYECTBEHHBIX  omyXxosied.  MoueKkysspHO-reHeTHIecKast
IporpaMMa paspylIeHUs] KJIETOK CIYXHT CTOJb K€ BaXXHBIM HHCTPYMEHTOM
pa3BUTHs, KaK W TPOTPAMMBbI, KOHTPOJHPYIOIIUE MPOTU(PEPAHIO UM MHUTPAIHIO

KJIICTOK.

I'en "knerouHoit cmeptu" Obu1 BriepBble OTKPBIT y C. elegans 1986 r., xoraa OblIO
o0OHapy’KeHO, YTO NpU MYTallUU TeHa ced-3 pa3BUTHE HEMATOAbl MPOMCXOIUT 0e3
amonTo3a M3MUIIHUX HehpoOmacTtoB (Horvitz et al., 1986). Bckope mocme storo
TOMOJIOTHYHBIE T€HbI ObUTM OTKPBITHI U Yy MileKonuTaroumx. CeMelcTBO 3TUX TEHOB
KOJMPYET TMPOTEONUTHYECKHE (PEPMEHTHl --- Kacnaswl. lIpuHIMIMANBHAS CcXema
aKTHBAallUM aroNTO3a OTJIMYACTCS BBICOKOH CTENEHbIO YHHUBEPCAIBHOCTH, M
MOBTOpSIETCS Y (DMIIOTEHETHYECKH OTAAJICHHBIX TPYIMI KHUBOTHBIX (puc. 20-3).
Kacnassl akTUBHPYIOTCSI Ha paHHHUX CTaausAX arnonTo3a ((pa3za KOMMUTHpPOBAHHS) U
MHHULIUUPYIOT NPAaKTUYECKU BCE U3MEHEHUs, IPOUCXOSIIME B OOpEYeHHON Ha CMEPTh
kieTke. Ecin akTHBHOCTH Kacma3 JIMMHMHHUPOBATh, YTO MOXKET IPOU3OWTU IPH

MyTalUH WM PU MPUMEHEHUN HHTUOUTOPOB, KJIETKA OCTAHETCS KUBOM.

Kacna3bl umMeI0T UCTEeMHOBBINH aKTHBHBIA caiiT. OHM pa3pe3aroT OeIKU-MUIIECHU B
TOYKaX, CIEAYIONIMX 3a acrnaparnHoM. MUIIEHSIMHU Kacma3 CiIy)kaT pa3sHOOOpa3HbIe
oenku. B HacTosmiee BpeMs u3BecTHO Oosiee 100 OenKOB-MHINIECHEH, B TOM YHCIIE
KMHa3a (DOKAIBHOW alre3uu, pa3pylieHue KOTOPOi BEIET K HAPYUICHUIO aJIe3ud U
000CO0JICHNIO amoONTUPYIOMIMX KJIETOK. Pazpymiaiorcs naMuHbl, 00Opasyromue
BHYTPEHHIOIO BBICTWJIKY SIZICPHON OOOJIOYKH, Pa3pyIIAlOTCs OCNKH IUTOCKENeTa ---

AKTHUH, IPOMCKYTOUYHbLIC q)HHaMCHTBI, reJibCOJIMH "1 Ap. I/IHTepeCHO , 4dTO
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MPOTEONUTUIECKAsi aKTUBHOCTh Kacla3 HMHOTJA BEJIET K aKTUBAlUU (PYHKIMH OelKa-
mumieHd. Hampumep, kacmasa, BbIpe3as HMHTHOUPYIONIMK JTIOMEH, aKTUBUPYET
sunonykneasy CAD (caspase activated DNase), xoropas apoour JIHK Ha

(bparMeHTHI.

CuHTe3upyeMble Kacrasbl MpeICTaBiIeHbl MHEPTHBIMH 3UMOT€HAMHU, KOTOpbIE MpHU
HEOOXOUMOCTH aKTUBHPYIOTCS. 3MMOT€H COCTOMT U3 Tpex obmacteit: N-
TepMUHAIBHON oOsactu (mpomomeH) u otpe3koB p20 u pl0. OmxuH u3 BUIOB
aKTUBAILlMU 3UMOTEHa OCYLIECTBIISAETCS MyTeM "Kacla3Horo Kackana'", Korja 3MMOTeH
pa3pe3aeTcsi Ha COCTaBHbIE YacTH C TMOMOIIbIO AaKTHUBHOM Kacmasbl, a Jajnee u3
nomeHoB p20 u pl0 dopmupyercs MosieKysia 3pesioil aKTHBHOM Kacrasbl. 3penast
Kacrasa MpeAcTaBiseT U3 cedsi reTepoTeTpaMep, B COCTaBe KOTOPOTO HAXOJSATCS JIBa
rerepoaumepa p20/pl0 (puc. 20-4A). Ommcan u JApyroi, OoJjiee CIIOKHBINA THIT
aKTUBAllMM Kacmas3bl, KOTOPBHIH oOOecreunBaeTcsi B3aUMOJICHCTBUEM BHEIIHETO
JTUTaHJA ¢ TPEeMs CIEIUAIBHBIMHU PEIENTOPAMH MEMOPAaHbI, KOTOPBIE CONMKAIOTCS U
obOpa3yroT Tpumep. B cocraBe Tpumepa KOH(OpMAILHS PELENTOPOB H3MCHSICTCS U
WHUIUUPYET IEMHYI0 PEaKIUI0 B3aUMOICHCTBII BHY TPHUKICTOYHBIX OEIKOB, KOTOPAs
3aBeplIaeTcss 0Opa30BaHWEM TPUMEPHON CTPYKTYpPhl M3 3MMOTCHOB, CBSI3aHHBIX C
MeMOpaHoil. DTuM obecreynBaeTcsi KpocC-aKTUBAllMsS 3UMOTEHOB, OTHICTUIEHHUE HUX
TePMHUHAIILHOM 001acTH, U MOSBIECHUE TETPAMEPHOTro akTUBHOTO depmenta (puc. 20-

4B).

B konme 1990-x ObLIO yCTaHOBJIEHO, YTO BAXXHYIO pOJIb B aIONTO3€ HIPAIOT
MUTOXOHJIPHH, KOTOPBIE CITY’KaT HE TOJIbKO UCTOYHUKOM SHEPTHH, HO M XPAHUIHIICM
MHOTHUX 6€HKOB, KOTOPBIC YYAaCTBYIOT B aIlOIITO3C. BI:I)ICHI/IHOCI:, B 4aCTHOCTH, 4YTO
KpOME y4YacTHs B OKHCIHTEIBHOM (HOCHOPMIMPOBAHUH IIMTOXPHOMOKCHIA3A-C

HCOGXOI[I/IMa TaKXKC OJ1d aKTHBallln Kacmasbpl-9 B OUTO30JIC.
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I''TIABA 21. TEHETUYECKHUE ITPOI'PAMMbI PA3BUTH .

B o310l rmaBe paccMaTpuBarOTCSi HEKOTOpblE MOPQOreHEeTHYECKHE HPOLECCHl, B
OCHOBE KOTOPBIX JIKAaT CIIOKHBIE, pPAa3BETBICHHBICE TEHETUYECKHE CHUCTEMBI,
YOpaBJSIOIIKME pa3BUTHEM. B Xxome SMOPHOHAIBHOTO Pa3BUTUS MPOUCXOIUT
HeoOpaTHMBIN TPOLIECC CAMOYCIIOXKHEHHUS, WIH camoopeaHuzayuu, T. €. TPOoIeccC
00pa3oBaHMsI HA OCHOBE OTHOCHUTENBHO MPOCTHIX 0OJIEe CIOKHBIX, U IEHCTBUTEIHHO
HOBBIX, CTPYKTYP, KOTOpBIE Ha 00Jiee paHHUX CTAAUAX HE ObUIH KaKHMM-THO0 00pa3zom
npedopmupoBanbl (bernoycos, 1993). IIpeanockliku MpoOIECCOB CaMOOpPTaHU3AIMHI
BO3HHUKAIOT 6nar0nap;1 HaJIU4YHIO IIO3UTHUBHBIX n HEraTUuBHBIX CHUI'HAJIOB,
CYLIECTBOBaHHIO (PAKTOPOB, KOTOPHIE CTUMYIHPYIOT WJIH MOJABIISIOT TPAHCKPHUTIIIHIO,
Oonmaromaps  g@szaumooleticmgutro  (PaKTOpOB,  AKTUBHOCTh  KOTOPBIX  MOXKET

BUJIOM3MEHATHCS BO BPEMEHH B CHITY UX Pa3IMYHBIX MOJIUDUKAIIA

B xone pa3BuTHS MPOUCXOIUT HE MPOCTO MOCIEIOBATEILHOE BKIIOUYEHHE BCE HOBBIX
W HOBBIX T€HOB MO MPUHIMITYY 'Tiepenaun 3ctadeTHor mnanouyku'. BozHukaromme
CHUTHAJIbHBIC MOJICKYJIbL OGCCHC‘II/IBaIOT BSaHMO,Z[CfICTBI/IC MCKAY KICTKaMH. O,Z[HI/I u3
HUX aKTUBUPYIOT, JPYrH€ --- UHTUOUPYIOT MPOLECCHl TPAHCKPUMIMM B KIIETKaX,
Onmarojaps 4emy y 3apoJIblllia MM B €0 3a4aTKaX BO3HUKAET CTPOTO 3aKOHOMEPHBIH
PUCYHOK, WJIHM IaTTE€pPH, DKCIPECCUM TIE€HOB. B3auMoAcuCTBYs Apyr € Ipyrom,
cucmembl 2eHO8 KIeMOK c030aiom 6 mMpexmepHoM NpOCMPAaHcmee 3apoobliud
OouHamu4ecxKu MEHAWYIOCH NO3UYUOHHYIO qubopMauuio, 6 coomeemcmeuu c
KOmopou 6 npoyecce pazeumus cneyuguueckum oobpazom moouguyupyemcs
UHMEHCUBHOCMb  Nponugepayuy  Kiemoxk, Hpoucxooum ux cneyuguxayus u

oughghepenyuayus, ocyuecmsisitomcs pasHooopasHvle Mopghocenesol.

Pacmm¢poBka cucteM B3aMMOJEHCTBYIOLINX T'€HOB --- KpaliHe CllokHas 3aaa4a. [[o
CUX I[Op Ha HEMHOTMX MOJENAX YJaBajoCh HCCIEI0BaTh HAyalbHBIE ATAIlbl
B3aMMOJEHCTBUS, IPOUCXOASIINE HA YPOBHE PErYJIATOPHBIX I'€HOB, a B PSJIE CIIy4acB
U TepMUHANIBHYIO Auddepennunanmio, odecrednBaeMyto «batapesMu reHoB». Tem He
MEHee, TIOJY4YEHHBIE JAaHHbIE IIO3BOJIIOT TOBOPUTh O CYIIECTBOBAHMM HEKHUX

MPUHIUIIOB OPraHU3alluu 'CHETUYCCKOT'O YIIPABJIICHUS PA3BUTUCM.

OnHa u3 OOHapyXEHHbIX OCOOEHHOCTEW HKCHPECCHMM TEHOB, YIPABJISIOIUX

Pa3sBUTHEM, COCTOUT B TOM, 4YTO 0oJiee WM MEHee CANHOC BHA4YaJIC MPOCTPAHCTBO
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3apoJipIllIa WJIM 3aYaTKa CcO BpPEMEHEM TMojpasfensieTcs Ha Bce Ooiiee MeNKHe
HOJNPOCTPAHCTBA, KaXKJ0€ M3 KOTOPHIX JAeT HAYaJl0 ONpPEJeICHHOW YacTH OpraHa
wid  3apozabima.  OTHOCHUTENIBHO T'OMOTEHHBI — XapakTep MNEepBOHAYAJIBLHOTO
pacrpeneneHusi CUTHAIBHBIX MOJIEKYJ B 00JIACTH 3MOpPHUOHAIBHOTO TIOJSI CMEHSETCS
TeTePOTeHHBIM TIATTEPHOM OKCIPECCHH TeHOB. B pesynbrare HENpephIBHOTO
B3aHMOHCﬁCTBHH rCHOB HCOJHOPOAHOCTHL O3TOI'O IATTCPHA B XOAC 3M6p1/10reHe3a
HapacTaeT. TakuM 00pa3oM, B OCHOBE HM3BECTHOTO MOPQOJIOTHYECKOTO MPUHIIHUIIA
.

Pa3BUTHUA "oT O6H_Iel"0 K YaCTHOMY " JIeKUT MOCJICA0BATCIIbHOC YCIIOKHCHUC CCTH

T'€HHBIX B3aMMOJIENCTBUH.

Jlpyrasi 0coOOE€HHOCTh (PYHKIIMOHAIBHOM aKTUBHOCTH TE€HOB Pa3BUTHS COCTOHMT B
cuHepeuzme WX ACUCTBUA (OT Tped. GLVElpY® --- CBsA3BIBaTH BMecTe). B mporecce
Pa3BUTHSI TIPOMCXOIUT MEPEXO0] OT BHEITHMX CUTHAJIOB HACTPOWKH K aBTOPETYJISIIHH,
WIA CAMOHACMpoliKe, B XOJ€ KOTOPOH YTOUHSIOTCS M, B KOHEYHOM CueTe,
YCTaHABJIMBAIOTCS TPAHHIBI MEXKIY 30HAMH, TII€ SKCIPECCUPYIOTCS  Pa3InYHbIC

HaOOPBI TEHOB.

21.1. CermenTanus teja JIpo3o¢puisbi.

OTHOCUTENIHLHO XOpomo HU3YYCHHBIM IMPUMEPOM CHCTCMbI T'CHOB, AKTHUBHOCTH
KOTOPBIX YIIPABIIICT CJIOXKXKHBIM MOp(i)OFeHeTI/I‘ICCKI/IM IIpoueccoM, MOKET CIIYKHUTb
HUepapxus pCryITOPHBIX T'CHOB, OCYHICCTBIAIOMNX HAYAJIbHBIC 3Tallbl CCrMCHTAI[UN

tena JIpo3odusl.

AKTHUBHOCTb 3TUX F'€HOB OOHApYKUBAETCS yXKe Ha paHHUX CTaJAMUSIX SMOpHOreHesa, B
nepuo GopmupoBaHus OIacToAepMbl, T. €. 3aJ0JTO 0 Hayaia CerMEeHTanuu. Y
JIpo30o¢witel IOSIBIICHUE S7Ep B IIOBEPXHOCTHOM OJIacTeMe 3apobliia MPUXOIUTCS Ha
9-p1it knerounblil uki. Ha 10-om mukie obpasyeTcs CHHIIMTHAIbHAsS O6IacToaepma, a
ee MLeJUTIIIpU3alus ocymecTsisieTcs Ha 13-om. MopdoreneTndeckne IBUKCHHUS,
CBSI3aHHBIE C 00pa30BaHUEM 3apOJIbIIIEBHIX JTUCTKOB M CETMEHTAIMeH 3apOoAbIIIeBOM

IIOJIOCKH, HAYMHAKTCA TOJBKO ITOCJIC 14-ro OUKIJIA.

Cucrema neictBust eenos ceemenmayuu J{po3ouibl HAXOAUTCA MO KOHTPOJIEM

MATCPUHCKUX HUTOIIASMATHYCCKUX (baKTOpOB, KOTOPBIC BI)Ipa6aTI>IBaIOTC$[ B n€pruon
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ooreHe3a. CpeaM 3UTOTHUECKUX TE€HOB CErMEHTAIlMM MOXHO BBIACTUTH TpPU
OCHOBHBIC, TTOCJIEIOBATEILHO aKTUBHUPYIOIIUECS TPYMIBL: ceHbl npobenf (gap genes),
2envl naprocmu (pair-rule genes) u eeust nonapHocmu ceemenmog (segment polarity
genes). AKTHBHOCTb 3THX TPYHI TEHOB TPEAONPEACISCT YUCIO OJHOBPEMEHHO
(bOpPMUPYIOIINXCS CETMEHTOB, WX TPAHHIBI W TOJNSAPHOCTh. ['€HBI CerMeHTaluu, B
CBOIO OYepe/ib, BEIpaOaThIBAIOT CUTHAIBHBIE MOJIEKYJIbI, YIIPABIISIONINE AKTUBHOCTBIO
TOMEO3HCHBIX TEHOB, KOTOpBIE OCYIICCTBIISIOT CIHEIU(PHUKAINI0 000COOICHHBIX

cerMeHToB (puc. 21-1).

I'enbl npo6eaf. CBoe HauMeHOBaHUE reHbl podef momyunnau 6aarogapst TOMy, 4TO
MYTallUH 3TUX T€HOB OJOKUPYIOT (hOPMUPOBAHME LIENBIX TPy cerMeHTOB. [loaToMy
MYTaHTHBIE IO 3TUM I'€HaM JIMYMHKU XapaKTepU3YIOTCs ONpeIeIEHHBIMU MTpoOeIaMu
B o0OpazoBaHuM cermMeHTOB. I'enbl mnpobenf skcrnpeccupyloTcss Ha  CTaguu
dbopmupoBaHus OIACTOAEPMBI M TPEIAONPEICISIOT 00pa30BaHHE PACIOJIOKEHHBIX
BJIOJb IPOAOJIBHOM OCH TPYII KIETOK, napaceemenmos (Iped. mopo --- BO3IIE,
noJyie), KaXIblii M3 KOTOPHIX OOBEAMHSET 3aJHIOI 00JacTh OJHOTO M3 OYyIyIIuX
CETMEHTOB U TMEPEAHIOI 00JIaCTh CErMEHTA, JIEKAIIETr0 HEMOCPEACTBEHHO 3a HUM

(puc. 21-2).

W3BecTHBI HECKONBKO TEHOB Npo0enoB: hunchback, Kru[u-umlaut|ppel, giant, knirps,
tailless, huckebein. KiitoueBbIM T€HOM 3TOU TPYIIIbI siBNsieTcs TeH hunchback (hb),

AKTUBHOCTH KOTOPOTO OIPECISICTCS TPAJUEeHTOM MaTepruHCKOTO (hakTopa Bicoid.

B o6mactu Bbicokoil koHueHTpanuu Oenka hunchback BkirouaeTcs skcmpeccus
apyroro reHa npobena giant. Kaynanenee, rae konnentpaius hunchback neckonbko
HIDKE, WHUIMHPYETCS dKcmpeccus reHa mpobena Krippel C npyroit CTOpOHBI,
TpaHCKpUMIUOHHBIA ¢akTop hunchback cmyXut HeraTuBHbBIM CHUTHAJIOM B
OTHONICHWW TeHa mpobena knirps, KOTOPBIA AKCIPECCHPYETCS B 3aJHCH TpPETH
3apojplllia TIOJ BIMUSHHEM '"3a7HEro" TEeHa MAaTepUHCKOro HIEeUCTBUS caudal.
Dkmpeccusi reHa knirps JEMOHCTPHPYET CIIOXKHBIA XapakTep peryJSTOPHBIX
OTHOIICHUH, TMOCKONBKY (aktop Bicoid cimyXHT misi 3TOro reHa TMO3UTHBHBIM
CHTHAJIOM, KOTOPBI B caMOU TepenHeil 00JacTu NMpeo10JieBacT HETaTUBHBIN CUTHAI

hunchback, Tak uto knirps sxnpeccupyercs B IByX 00JacTsX: caMoil mepeaHel, rie
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BBICOKA KOHIeHTpamust Bicoid, u B 3amHeill o0mactu, T€ OH CTUMYJIHPYETCS

MarepuHckuM ¢akropom Caudal.

I'paHuIa sKcnpeccuy T€HOB MPOOENoB CO BpeMeHeM yTouHsercs. IlepBoHayambHO
rpaHuIlbl o0macteit skcnpeccuu hunchback u Kru[u-umlaut|ppel nepekpbIBaoTCs, HO
BCKOpPE OHU CTAHOBHUTCS YETKHMH, TaK KaK B OTJIMYKE OT Oenka hb, ctuMynmpyromiero
skcrpeccuto Kr, 6enok Kr sBnsieTcss HeraTUBHBIM pEryJIsiTopoM TeHa hb (puc. 21-3).
[Tpu mytanuu Kr”” 30Ha 3Kcrnpeccuu hb pacrpOCTPaHAETCS 10 CPABHEHUIO C IUKUM
THUIIOM B KayJaJbHOM HAampaBiICHUHU. DTOT ke (JaKTOp OrpaHWYMBACT M 0OJIACTH
IKCTIPECCUH giant: 00€ TOJOCHI SKCIPECCHU TOCIEAHEro JIeKAT 3a NpeieiaMu
obmacti akTUBHOCTH Kr. OKOHUATENBHBIH MATTEPH ASKCIPECCHH TEHOB mpobena,
00YCIIOBIICHHBII TTO3UTHBHBIMHU U HETATUBHBIMH B3aUMOACHCTBUSAMHU, IPE/ICTABICH HA

puc. 21-4.

I'enbl mapHocTH. ['eHBI 5TOM IpyNIbl aKTUBUPYIOTCS HA CTaJUU CUHIUTHAIBHOU
Oonmacromepmbl. CBOe Ha3BaHME TEHBI NAPHOCTH TMOJYYWIH TOTOMY, YTO OHH
HKCHPECCUPYIOTCS B BUJIE CEMH MONEPEUHbIX KoJlell (II0JI0C), MpUYeM Kaxaas 1oJjioca
HKCHPECCHH TMPHUXOIUTCS Ha JBA COCEACTBYIOIIMX IapacerMeHra. Takum o0pazom,
JKCIIPECCHS. T€HOB IIAPHOCTU HMEET INEPUOJUYECKUN PUCYHOK, M BO3HMKAIOLIUN
MIOJIOCATBIM MATTEPH UX HKCHPECCHM CIIYXKUT NEPBbIM yKa3aHUEM Ha (OpMHUpPOBaHHE
METaMEpHOIO  CTpOEHUs Tena. DBO3HMKHOBEHHME IEPUOJMYECKOrO  IAaTTEpHA
JKCIIPECCHM TE€HOB IAPHOCTH Ha OCHOBE HENEPHOAMYECKOM DKCIIPECCHM TI'€HOB,
3aHUMAKIIUX Oojiee BBICOKOE TMIOJIOKEHHWE B Hepapxuu (up-stream genes

AHTJIOSI3BIYHBIX aBTOPOB) --- APKUN IPUMEP CaMOOpraHU3aI1H.

[To BpemeHM Hayala SKCIPECCHW pA3IMYaIOT JBE TOATPYIIBI T€HOB MAPHOCTHU:
nepsuyHvle N mopuyinsie. K MepBUYHBIM T€HaM MAPHOCTH OTHOCSATCA TeHbl hairy (h),
even-skipped (eve) v runt (run). Ko BTOpUuHBIM T€HaM NApHOCTU NMPUHAIICKAT fushi-
tarazu (fiz), odd-skipped (odd), odd-paired (opa), sloppy-paired (slp), paired (prd).
[Tonockl SKCIPECCHH 3TUX T€HOB MOTYT OBITh MHAWBUIYATbHBIMH, IIPEICTABICHHBIMU
MPOAYKTAMH OJHOTO T'€Ha, W TMEPEKPHIBAIOIIIUMHUCS, KOT/Ia B OJJHUX U TEX K€ KIIETKaX
JAHHOTO TapacerMeHTa JKCIPECCHpyeTcsi Oojiee OIHOrO TeHa MapHOCTU. BaxkHO
MOTYEPKHYTh, YTO MOCIENIOBATEIBHOCTh TOJOC HKCHPECCHH CTEPEOTHIIHA Ha BCEM

MPOTSKEHUH 3apObIIIIa.
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AKXTHBaIUs TEHOB MApHOCTH 00YCIOBIEHA HATMYMEM TPAHCKPHUIIIIMOHHBIX (DaKTOPOB,
BbIpAOOTaHHBIX T€HAMH, KOTOPHIE B HEPApXUU 3aHUMAIOT 00Jiee BHICOKOE MOJIOKEHHE,
T.e. TeHaMU Npodesa U TeHaMH MaTepUHCKOTo AeicTBus. OKa3anoch, YTO HKCIPECCHS
OJTHOTO U TOTO € T'eHa NMapHOCTH B PAa3HBIX 00IACTSIX TeIa MOXKET KOHTPOIHPOBATHCS
pasHbIMU TeHamu rnpobOena. Tak mpu myTtanuu reHa npodena Kr He Gopmupyercs
IsITas MoJIoca SKcrpeccuu reHa hairy. [lpn myTtanuu rena Kni He oOpasyercs mecras
nosoca 3Kcrpeccuu hairy. Myranus reHa ¢// monasiser oOpa3oBaHHe caMoi 3aJHEH,
CelbMOI TOJIOCKI 3KcTipeccuu hairy. Takum oOpa3oM, AJisi SKCIIPECCHH OTHOTO U TOTO
’Ke TeHa hairy B Pa3HBIX OONACTSX 3apofbllla HY>KHBI pa3sHble TPAHCKPUIILIMOHHBIE
¢baxTopsl: 11 00pazoBaHus S5-0i mosiockl HeoOxonuMm Oenok Kr, mist 6-0if mosocst
Kni, mns 7-oit --- tll. JarHble 0 TOM, YTO 3KCIPECCHS OJHOTO W TOTO K€ I'eHa B
pa3HbIX 00JacTSAX 3apofpllla MOXET KOHTPOJHPOBAThCS pasHBIMH HaOOpaMu
TPAHCKPHUIILIMOHHBIX ()aKTOPOB, CBUICTEIBCTBYIOT O HAIWYHU B PETYJIATOPHON 30HE
reHa hairy Momyinei, KOTOpble, BOCHPUHHUMAs 3TH Pa3HbIe CUTHAJBI, MHUIMHPYIOT

IKCIPECCULIO I'CHA.

Kak yxe oTmeuanock B miaBe 15, B HSHXaHcepe TreHa MapHOCTH even-skipped
oOHapy>KeHBbl MOJYJIHM, OTBETCTBEHHBIC 32 O3KCIPECCHIO0 Pa3HbIX moioc. CTpyKTypa
OJTHOTO M3 SHXAHCEPOB, MPEJICTABICHHBIX Ha puc. 15-11, mpenonpenenser, HapuMep,
IKCIIPECCHIO TeHa even-skipped MeXIOy TWKaMH KOHIEHTpanuu OenkoB Giant u
Kru[u-umlaut]ppel, co3maBas mnpeanocwklIku 00pa3oBaHUS  BTOPOM  TOJIOCHI
skcrpeccun. Takum oOpa3oM, TeTepOreHHast MO3anKa OSITKOBBIX TPAHCKPHUIIITUOHHBIX
(bakToOpoB, KOTOpas BO3HUKAET OJjarojapss aKTUBHOCTH TEHOB mpobeia Ha CTaauu
KJICTOYHOM OJIaCTOACPMBI, CO3aeT B TEJlie 3apoJibllia MO3UIIMOHHYI HH(OpMAaIHIo,
KOTOpasi BOCIPUHUMAETCS PA3HBIMH MOIYJISIMH PETYJISTOPHONH OO0JIaCTH TeHa W

0o0ecIeYnBacT AKTHUBALIUIO OJHOI'0 U TOI'0 K€ I'€HAa B PAa3JIMYHLIX 30HAX 3apOoJbIIa.

I'eHBI MOJISIPHOCTH CErMEHTOB. [ €HbI OJIAPHOCTH HAXOAATCS MO KOHTPOJIEM IT'€HOB
napHocTH. VX akTHBaLus NPOMCXOIUT HA CTaJUH KJIETOYHOHM OJacTOoEepMbI U BEET K
MOJIIPU3allMd  CETMEHTOB M (OPMHUPOBAHHMIO MX TpaHULl. OKCIpECCHs T'€HOB
HOJIIPHOCTU O0ecrneyrBaeT Iepexo] OT IapacerMEeHTOB K CerMEHTaM, B XOJe
KOTOPOTO eJMHOe MOp(OreHeTHYecKoe I0JIe 3apoJbllia MOAPA3JENsIeTcs Ha psij

HOBBIX MOP()OTEHETHUYECKMX MOJIEH CO CBOMMH TpPaHHMIIAMU M CBOEH MO3HIIMOHHON
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uHpopmanueid. Cpea TEHOB MOJSIPHOCTH TOCTATOYHO MOAPOOHO MCCIIeIOBAHBI TE€HBI
engrailed (en) wm wingless (wg), TPOIYKTHI KOTOPBIX, SBISIIOTCS BaKHBIMU

AJIEeMEHTaMU CUTHAJINHTa (cM.IiaBy 15).

Ecnu rensl mpo6enoB 3KCIPECCUPYIOTCS KaKbli B OOMIMPHBIX 00JIACTSIX 3apOoJIbllia,
UMEIOLUX B MHUPUHY NpuUMepHO 10 KJIETOUHBIX ITUAMETPOB, YTO COOTBETCTBYET 2-3
3ayaTKaM CErMEHTOB, a IIHMPHHA IOJOC HKCIPECCHM OTICNIBHBIX T'€HOB IMapHOCTU
CYLIECTBEHHO CYyXaeTcsd, TO IIOJOCHI JKCIPECCHU KaXKIOrO0 TeHa MOJSPHOCTU
NPECTAaBICHbl JIMIIb OJHUM PSJOM  KIETOK. Takux MoJIoC 3SKCHPECCHH
4yeThlpHaAlaTh. B pe3ynpTare Teno 3apojbllia IOApa3AeiseTcs Ha YeThIpHAATh
napacermMeHToB. Kaxaplii mocienHuil ps]l HapacerMeHTa JKCIpecCHpyeT wg, a
KaXIbli TEpBBIA psi mnapacerMeHra --- en. C MOMEHTa 3KCIPECCHM TEHOB
MOJIIPHOCTU MOKHO TOBOPUTh O BO3HHMKHOBEHUHU 3a4aTKOB CETMEHTOB, TaK Kak
MIOJIOCKH KJIETOK, Mponaynupytome 6enkun Wg u En, onpenenstor 3aqHiOI0 TpaHUILy

Kaxkaoro cermenra (puc.21-5).

Kakum o0pa3om TpaHCKPUMNIMOHHBIE (aKTOPHI, MPOAYIUPYEMbIE T€HAMHU MapHOCTH,
U, CIIEZIOBATEILHO, TOBTOPSIONINECS I10 TPOIOIFHON OCH 3apOJIbIIa C HHTEPBAJIOM B
JIBa CErMeHTa, 00eCIeYnBaIOT IKCIIPECCHIO OJTHUX U TeX K€ F€HOB Wg U en B KaKJIOM
3auaTKe cerMeHTa? JTa 3ajja4a MOXKET OBbITh pPellleHa TOJIbKO TOTOMY, YTO IKCIPECCHS
TCHOB  TMOJIAPHOCTH  TaKXKe  HWHHUIMHPYETCS  PA3IUYHBIMH  COYCTAHHSIMH
TPAHCKPUIILIUOHHBIX (PAaKTOPOB, KOTOPHIE BOCIIPHHUMAIOTCS PA3TUYHBIMU MOIYJISIMU
perynsTopHoi obnactu reHoB. Tak, HalpuMep, en IKCIPECCUPYETCS B TeX KIETKaX,
rJiec UMEIOTCS BhICOKHE KOHIeHTpanuu Oenka Even-skipped (Eve) B coderanum c
6enkom Paired (Pa) unu 6enka Fushi tarazu (Ftz ) B couetanuu ¢ 6exxom Odd-paired.
B Tex xireTkax, riae mMeroTcs Beicokue KoHmeHTpamnun oenko Odd-skipped, Runt wim
Sloppy-paired, sxcnipeccust en nmogasisiercs. HaoGopoT, skcnpeccus wg HEBO3MOXKHA
B TE€X 00JacTAX, I/ie KJIETKU COAep)KaT BbICOKMe KoHueHTpanuu Eve wmu Ftz. J{ns
aKTHBAIIMU 3TOTO reHa HeoOxoaumo otcyTcerBue Eve u Ftz u nanmmane 6enkoB Sloppy-

paired wnu Paired (puc. 21-6).
JIns mopnep)kaHUs SKCHPECCHU TEHOB MOJSIPHOCTH CETMEHTOB, MHUIIMHUPOBAHHON

AKTUBHOCTBIO I'CHOB IMAPHOCTU, UMCCTCA 0COOBIN MEXaHU3M B3aMMHOU CTUMYJISIIHUN

KJIETOK, cuHTesupyromux Oenku Wg u En. Tpanckpunmumonssiii  daktop En
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o0ecrieunBaeT HE TOJHKO ABTOKATAlIM3, HO AKTHUBUPYET W TPAHCKPHIIIHUIO TEHA
hedgehog, u, Tem cambiM, cekpennro 6enka Hedgehog B okpyskaromiyro cpemy. OTu
JIMTaH/Ibl BOCIIPUHUMAIOTCS COCSTHUMHU KJIETKaMH, MPOAYIUPYOIUMU Wg, KOTOpbIC
umeror  penentop  Patched. Takum  oOpa3oM  BKJIIOYAETCS  MEXaHU3M,
MoAIePKUBAIOIINIA cuHTE3 Oenka Wingless. ITOT mocneqHuii TakxKe CeKpeTupyeTcs,
U, C TOMOIIBI0 Wnt-CUTHAJIMHTA, IOAAEPKUBACT AKTUBHOCTB I'eHa en. B pesyibrare
oOpa3yercs 3aMKHYyTas TICTIs, CTAOMIM3UPYIONIas B TSUYCHHUE JTUTEILHOTO BPEMEHU
skcnpeccrio En u Wg B kieTkax, pOpMHUPYIONINX 3aHIOK0 IPaHUIy cerMeHTa (puc.

21-7).

21.2. Mop¢oreHe3 KOHEYHOCTH y MO3BOHOYHBIX

[IpennochuIkoil 3BOJIOLMU  KOHEYHOCTH HA3€MHBIX ITO3BOHOYHBIX MOCIYKUJIO
NOSIBJICHUE MAapHbIX IUIaBHUKOB pbIO. [Ipennonaraercs, 4To Nmpenku COBPEMEHHBIX
pBIO MMeNH HeMmapHYI0 CHMHHYIO TUIABHUKOBYIO CKJIAJIKY, KOTOpas orudaia 3aIHION0
yacTb Tela U, IepexoAs Ha OpIOUIHYI0 CTOpPOHY, HOJpa3jAeisiach Ha JIBE
BeHTponaTepasibHble ckianku. [lo A. H. CeBeproBy, napHble IJIaBHHUKH pBIO B
VH/IWBUIYaJIbHOM pPa3BUTHM 3aKJIAJIbIBAIOTCA B BHUAE OOKOBBIX T'OPU30HTAIBHO
PACIIOJIOKEHHBIX CKJIQJ0K C IMUPOKUM OCHOBAaHHMEM (dBpHOa3ajbHbIC TIJIABHUKH)
(CeBeprios, 1949). B cxiagky npoHUKaeT MaTepuan BEHTPAJIbHBIX KPaeB MHOTOMOB
COMHUTOB, HAaXOJSIIUXCS B ITOH OOJIACTH TeNia, YTO MOXKET OBITh HCTOJIKOBAaHO B
M0JIb3y TEOPUs METaMEPHOI'O IMPOUCXOXKAECHUS KOHeUYHOCcTH. OO 3TOM K€ TOBOPHT

MCTaMCpuUs CKEJIICTA U MHHCPBAllUU KOHCYHOCTH.

[lepenaue u 3agHME TATHIIANBIE KOHEYHOCTH TETPAIO/] SBISIOTCS TOMOJOTHYHBIMA
00pa3oBaHMSIMH M Pa3BUBAIOTCS NPUHIMIHAIBHO CXOJHBIM oOpa3soM. B xonme
HBOJIIOIIMOHHOIO IpOIecca Takas KOHEYHOCTh, KakK II0JIaraioT, BO3HHUKIA ITyTeM
ynpoueHust 0ojiee pacuJICHEHHOW KOHEYHOCTH TPEAKOB 3a CYET COKPALICHUS YHCIa
COCTaBJISIOLINX KOHEYHOCTH Jrydell. [Ipeamnonaraercs, 4To 3eMHOBOIHBIE BO3HUKIIU OT
KaKUX-TO MPUMHUTHBHBIX (POPM KHUCTENEPHIX pPbIO, KOTOpbIE 00Jananu JIETKUMH, U
CKeJIeT KOHEYHOCTH KOTOPBIX HMMEJ JJIEMEHTHI, OOHAapy)KMBacMble B IATHIIAION
KOHEYHOCTH MCKOIAeMOTO TTaJe030HCKOr0 3eMHOBOIHOTO cTerouedana (baHHUKOB 1
ap., 1985). 'omonorust koHeuHOCTH tetrapoda ¢ TUTABHUKOM PBIO TOITBEPIKIACTCS H
Ha MOJEKYIIPHO-OMONIOTHYECKOM YpOBHE. MecTomnonoxkenne (GpopMUPOBAHUS

nepenHux (TpyAHbBIX) U 3a0HUX (OPIONIHBIX) MIIABHUKOB B OHTOTEHE3€ PHIO, TAKIKE KaK
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Y KOHEYHOCTEH Ha3eMHBIX MO3BOHOYHBIX, OMPEICNACTCS IKCIpPEccueii sox TeHOB, a
ux crnerudukanus OoOBIYHO CBsi3aHa ¢ (PyHKIMEH TEHOB cemeicTBa thx. XoTs
NPUHIUIHAIBHOE CXOJICTBO PA3BUTUS KOHEYHOCTH Y YETBHIPEXHOTHMX TO3BOHOYHBIX
OUEBHIHO, TEM HE MEHEe, Yy XBOCTaThIX aM(puOuii oTMedaeTcs CcBoeoOpasue
cnenuUKauy TEepeJHNX M 3aJHUX KOHEYHOCTEH, paBHO KaK W OCOOCHHOCTH

(dbopMHpOBaHHUS TAIBIIEB.

Koneunoctu TCTpanoJ nmoApa3aciisitoTCd Ha TPpU OCHOBHBIX OTACIIA. Hpnneraloumﬁ K
TeTy MPOKCUMAIBHBIM OTJEN WIM CTHJIONOAWKA (OT rped. GTNAN --- CTOJIO, KOJOHHA;
TOOEDV --- HOTA) UMEET OJMH AJIEMEHT CKeJIeTa --- TUICYCBYIO WM OCAPEHHYIO KOCTb.

Cpennuit otnen --- 3uronofauil (ot rped. (VYoo --- mapa, 4era) COCTOUT U3 ABYX

KOCTEH --- JIOKTEBOM W JIy4eBOW B TMepeaHEH KOHEYHOCTH, OOJBIION W Maloi
OepuoBoil --- B 3agHeil. JluCTalbHBIA OTHEN, WM ayTomoauid (B mepexHei
KOHEYHOCTH KHCTh, B 3aJHEd --- CTOMA), NOApa3JeNseTcss Ha Oa3uIoIui

(COOTBCTCTBCHHO, 3aIs1CThE NN Hpe,Z[HJ'IIOCHa), MeTarnoaui (HSICTI; 50048 HJ'IIOCHa) n

akpononui (manbigel) (puc. 21-8).

Kpome mpoKCHMOIUCTAILHOW OCH B KOHCYHOCTH PA3IHMYAIOT JOPCOBEHTPAIBHYIO H
MepeaHe3aIHIO OCU. BeHTpanbHYI0 CTOPOHY TI€peIHEH KOHEYHOCTH WHOT/IA
HA3BIBAIOT JIQJOHHOW, WM MambMapHOW (oT nart. palma --- namoHb), a 3agHEH ---
MIOJIOIIBEHHOM, I TUTAHTapHOH (0T JiaT. planta --- cTymHsI, ojomBa) cropoHoid. Ha

NEpCAHEM KPAt0 KOHCYHOCTHU PacCIIOosIaracTcsa HepBLIﬁ najiacl, Ha 3aJHEM --- MSATBIN.

Mopdorenernueckoe mojie KOHEYHOCTH. B pa3BUTHM MMO3BOHOYHBIX KHBOTHBIX
OpraHoOTe€He3y MPEAlIECTBYeT O00pa3oBaHUE pPa3HOrO poja MOPHOTreHETHIECKIX
MoJIe, O0COOBIX 00MacTeil, KOTOphIE TMOSBIAIOTCS 10 MOP(OIOTHIECKOTO
00oco0seHMsT 3ayaTka opraHa. Ha cragum Hedpynbl am(uOMil BBISBICHBI MOJIS
JCTEPMUHAIINY TJIa3a, CIIYXOBOTO ITy3bIPbKa, HOCOBOH SIMKH, XpyCTalIMKa, Cepila,
xKabp, a Takke Tmons KoHeuHocTed (puc. 21-9). MopdoreneTudeckoe 1ose
MPEJICTaBIsIET COOOW COBOKYMHOCTh KIIETOK, JIETEPMHHHPOBAHHYIO KaK IIEJIOCTHBIM

3a4aTOK OprasHa.

30HBI, JACTEPMUHUPOBAHHbIE KaK IMOJS KOHEYHOCTEH, 00pa3yroTcs 3aJ0JIr0 [0

MOSIBJICHUST MOP(OJOTUYECKMX MPU3HAKOB KOHEYHOCTEH. Y aKCONOTIS TNEepPBBIMU
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MOSIBIISIFOTCSL CUMMETPUYHO PACIOJIOKEHHbIE Ha JIATepajbHBIX MOBEPXHOCTAX Tella
MoJIsl MepeHel KOHEYHOCTH: 3TO OKPYIJIbIE 30HBI, 3aHMMAIOIINE MPOCTPAHCTBO OT
MepeHero Kpasi TpPeThero CerMeHTa /A0 cepeauHsl miectoro. llome 3amnei
KOHEYHOCTH 00pa3yeTcsi HECKOJBKO MO3/THEE B MPOMEXKYTKE MEXKITY MIECTHAAIATHIM 1

CepeIMHON BOCEMHA/IIIATOTO CETMEHTA.

B npenenax moss Bce ero y4acTKu CIIOCOOHBI K 00pa30oBaHNI0 KOHEUHOCTH. Kak Ob110
YCTAaHOBJIEHO  JKCIEPUMEHTAIbHO, TOJIe KOHEYHOCTH 3aHMMAaeT  IUIOIIab,
MPEBOCXOAIIYI0  IUIOMIAJh PEATBHOTO0  3adaTka KOHEYHOCTH. Hambombmiei
MOTEHITMEN K 00pa30BaHUIO0 KOHEUHOCTH 00JIaaeT MepeIHUN U JOPCaTbHBIN YUaCTKH.
OpHaKo B MOMEHT CBOETO IMOSIBJICHHSI ITOJI€ IETEPMUHUPOBAHO KaK I1e7I0e, U 00aaaer
CIIOCOOHOCTBIO K PETYJISALUU: TOCIe YJIAJICHHUS IOJIOBUHBI TMOJII W3 OCTaBIICHCS
MOJIOBUHBI  PAa3BUBAETCS HOPMallbHAs KOHEYHOCTb. AHAJIOTMYHBIA pe3yJbTaT
HAOII0IAETCS ¥ MPU TPAHCIUIAHTAIIUY TIOJIOBHHEI TOJIS HAa Jpyroe MecTo TyaoBuia. C
CcaMoOro MOMEHTa CBOET0 BO3HHMKHOBEHHS II0JIE aHHU30TPOIHO: OHO TMOJSPU30BAHO
BIIOJIb TIEPEIHE3aTHEH, a MO3JHEE U 110 T0PCOBEHTpanbHOM ocu. Ecnu Ha craguu 16-u
COMHTOB T0JIC TIepeIHEH KOHEUYHOCTH KypHHOTO 3MOpHoHa nepeBepHyTh Ha 180°, TO
pa3BUBarOIIasAcsS KOHEYHOCTh Oy/JeT UMETh HHBEPTUPOBAHHYIO MOJISIPHOCTD (puc. 21-
10). ITonspu3anms noss nokasaHa U B OTHOLIEHMM Ipyrux opraHos (puc. 21-11). B
OTBITaX IO PEIHUIIPOKHOW TPAHCILIAHTAIMH IO OBICTPO- M MEIICHHOPACTYIUX

BUJ0B aKCOJOTIIEH 0Ka3aJloCh, 4YTO ACTCPMHUHUPOBAaHA H CKOPOCTh POCTAa KOHCUYHOCTH.

MecrononoxkeHue 1oJed, a 3aTeM M 3a4aTKOB KOHEYHOCTEH, OIpeaeseTcs
9KCIIPECCUEN /10X-T€HOB, XOTS KOHKPETHBIE MOJIEKYJIIPHbIE MEXaHU3MBI JIOKAIU3AIUH
MoJiell B HacTosiiee BpeMsi HE M3BECTHBl. B narepanbHONl Me30[epMaibHOU
IUTACTUHKE KYPHHOTO SMOpHOHA WMHUIMHPYETCS JIOKAJIbHAS SKcIpeccus (axkrtopa
pocra ¢ubpobnmactoB fgf-10, xoTopbii mnpemomnpenensieT aKTUBHOCTh TI'€HOB
cemeiictBa tbx. B oOmactu skcmpeccuu thx5 y 3apofpliiel KypuIbI U MBIIIN
3aKJIa/IBIBACTCS TIOJIE TIepeIHEHl KOHEYHOCTH, a B 00JIaCTH SKCIPECCUU T€HOB thx4 u
pitx1--- 3amuen (puc. 21-12). IloxcaxxnBasi MUKPOCKOIIMYECKHI IApUK acopOeHTa,
Hecyumii fgf, B TkaHu mepegHei 00IacT 3apoJblllia, MOXKHO BbI3BAaTh AKCIPECCHIO
tbx5 n popmMupoBaHHE SKTONMNYECKON NepeaHe KOHEUHOCTU. 3aBUCUMOCTb Pa3BUTHUS
BEpXHEW KOHEYHOCTH OT TeHa thx5 OTMEUeHa U y 4eJoBeKa, y KOTOporo HabIogaeTcs

HapyIllIeHHE pa3BUTHUS CEpALla M GepXHel KOHEUYHOCTH Y T'eTEPO3UTOTHBIX OCO0ei
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thx5"". Dxcmpeccus pitx], BAIMMO, SBISETCS NPEANOCBUIKOM aKTMBHOCTH thx4,
MOCKOJIBKY OHa TPEANIeCTBYET JKCIPECCUH thx4 M OXBaThBaeT 0ojee MIHPOKYIO
00JIacTh, YEM HEMOCPEACTBEHHO cama I0YKa KOHEYHOCTH. EcCiM WHAyIMpOBaTh
IKTOTNMYECKYI0 JKCIPECCHIO pitx] B TIOYKE KpPBUIA, HANpHUMEp, BBEIACHHEM
COOTBETCTBYIOIIETO PETPOBHPYCHOTO BEKTOPA, B 3TOW 00JIACTH HAYMHACTCS TAKXKE U
aKcripeccust thx4, KoTopas TpU HOPMAIBHOM Pa3BUTHH IPOUCXOTUT TOJBKO B

00J1acTH 3aKJIaIK/ HOTH.

HNHTepecHo, 4TOo y XBOCTaThix aMpuOuil crnenudukanus TMepeaHUuX W 3aTHUX
KOHEYHOCTEH 00yCiIOBIeHa WHBIMH MexaHu3Mmamu. [loka3aHo, 4To y TpuUTOHa M
aKCOJIOTJIS TE€HBI thx5 M thx4 SKCIpPecCUpPyIOTCS COBMECTHO U B 00JIACTH NEpeaHeH, U
B 00JacTH 3afHEll KOHEYHOCTH M, CIEIO0BATEIbHO, HE MOTYT PAacCMaTPUBATHCS Kak
rerbl ux cnenudukanuu (Khan et al., 2002). Beicka3piBaeTcst MpeAnoiokeHue, 4To y
amMpuOuit A1 MHAYKIUN ¥ TOIIEPKaHMsI pOCcTa MepeHel KOHEYHOCTH Heo0X0auMa
COueTaHHasl SKCIPECCHs MO KpaiiHeill Mepe Tpex reHoB --- thx5, wnt2b, fgfl10, a ans
3agHen --- thx4, wnt8c, fgfl0. Hanumume Takoro CIOXKHOTO TE€HETUYECKOTO KO/
TOMYCKaeT N3BECTHBIC BapHUAIMN HKCIIPECCUH T€HOB, CTICHU(PHUIIUPYIONINX TEPETHIO0

1 3a7H1010 KoHEeYHOCTh (H.-G. Simon, 2002).

[TosiBnenure Mmopgonornuaecku 000co0IEHHOTO 3a4aTKa KOHEYHOCTH COMIPOBOXKAAETCS
peauonanuzayuel nojs, KOTOpoe Mo Mepe pa3BUTHUS NMOAPA3JEIsIeTCs Ha OTIEIbHbIE
Cy030HBI --- 3a4aTKU 3JEMEHTOB KoHeuHocTu. Ilocie  pernonanuzanuu
TpPaHCIUIAHTAllUA YacTed TMOJiA JAeT pa3BUTUE HE LEJNOM KOHEYHOCTH, a JIHIIb
OTJEJIbHBIX €€ AJIEMEHTOB. Y TPUTOHA PETMOHAIM3ALHNA MO POUCXOAUT HA CTAAUU
XBOCTOBOM mouku. Ilpu TpaHCHIaHTaMM Ha XOPUOAUIAHTOMC KYCOUKH 3a4aTka
3aJHell KOHEYHOCTH YETBIPEXIHEBHOTO KYPHHOTO AMOpHOHA, B3SITHIE BIOJb
IIPOKCUMOJMCTANBHOM  Ocu, 0O0pa3yloT IIpU aBTOHOMHOM  KyJIbTHBHPOBAaHUU
nocjenoBaTelbHble  4acTH  KOHeYyHOCTH. CaMblii  NMPOKCHMAJbHBI  CErMEHT
pa3BUBAJICSA KaK CTHJIONOAWMN, CIEAYIOUIMHA KaK 3UTOMNOJHM, a JUCTAIbHBIA --- KakK

ayTONOIMM.
IMouka KOHEYHOCTH. 3a4aATOK, WU NOYKA KOHeYHOCmu 00pa3yeTcs B pe3yibTare

CKOOPAWHHUPOBAHHBIX BO BPEMCHH U NPOCTPAHCTBC CO6BITPII>1, N3 KOTOPBIX I''TaBHBIMU

SBIISIIOTCSL MUTpAIMs KJIETOK ME3EHXMMBI M UX Iposndepaiusi, a Takke n3rudaHue
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OKTOAEPMBI. Me3eHXuMa, BBICEISIOIIAACS W3  JIATEPAIBHOW  Me304epMaIbHOU
MJJACTUHKHA, B xoj¢ auddepeHImanid KOHEYHOCTH 00pa3yeT AJIEMEHTHI CKeJeTa,
ME3eHXUMa W3 MHOTOMOB COMHUTOB JAa€T MBIIICYHbIE JJIEMEHThI, & M3 HEPBHOTO

Fp€6H$[ --- COCIMHUTCIIbHYIO TKAaHb.

B mouke KOHEYHOCTH BBIJCIAIOTCS TPH OOIACTH, AKTUBHOCTH KOTOPBIX HUMEET
pemaroniee 3HaueHUe st POPMHPOBAHUST TPEXMEPHOW CTPYKTYPHl KOHEYHOCTH, IS
(dbopMHUpOBaHUsT JOPCOBEHTPAILHOM, MPOKCUMOAMCTAIBHON U TIEPEAHE3aTHEH OCC:
AnuKaIbHelil 3kmoodepmanvhslil epebens (ADT), nexamas Mo rpeOHEM B TUCTATLHOM
YacTH 3a4aTKa mpaH3umuas 30Ha (progress zone AaHTJIOSN3BIYHBIX aBTOPOB), H

PacCIoOJIOKCHHAA Ha 3aJHEM Kparo IIOYKU 30HA I’lOJZ}ZpI/b’yiOI/L{eIZ aKmueHocniu.

ANMKAJIBHBIA 3KTOAepMAIbHBI rpedeHb. Crneunpukanys 30HBI AMUKAIBHOTO
HKTOJEPMAIBHOTO TPEOHS MPOUCXOANT Ha CTAIHH, MPEIIISCTBYIONMIEH 00pa30BaHHIO
MOYKH KOHEUHOCTH, KOTAAa TOJ BIUSHUEM CHUTHAJIOB, HCXOMSIINX U3 OCEBOIA,
MIPOMEXYTOUHOM M JaTepajbHOH Me30JepMBbl, B IKTOJEpME MOP(OreHETHUECKOTO
MoJis KOHEYHOCTH YCTaHABJIMBACTCSI OKCIPECCHS TEHOB, MPEJONpeaAesSIonnX
JOPCAIbHYIO M BEHTPAJbHYIO CyAh0y MOKPOBOB Oynayiiel koHeuyHocTU. B obnactw,
MIPUMBIKAIOIIEH K OCEBOMY KOMILIEKCY, B AKTOJIEpME HHULTUUPYETCS DKCIPECCHS TeHa
wnt7a, HyIb-MyTallud KOTOPOTO BEAET K BEHTpalu3aluu KoHeyHocTu. Han
NapueTasbHbIM JIMCTKOM ME30JepMBl B Tpenenax MOP(OreHeTHIECKOTro IO
KOHEUYHOCTH B 3KTOJIepMe POopMHUPYETCsl 00J1acTh dKCIIpeccuu reHa engrailed 1 (enl),
HYJIb-MyTallusi KOTOPOTO BBI3BIBAET JOPCAIM3ALNI0 TIOKPOBOB KOHEUYHOCTH. Y
KypUHOTO SMOpHOHA MEXAy 30HAaMHU 3KCIpecCUu wnt/a W enl ocTaercs y3Kas
MmoJIocka, MmupuHON okoJio 150 mkMm. FiIMeHHO 3Ta 30Ha TMociie U3ruOaHus SKTOIECPMBI
naet o0yacTh, B KOTOpPOor (popMupyeTcst CTOn0YaThIil SMUTENNH alluKaTbHOTO TPEOHS.
B kjerkax ammkambHOTO SKTOJIEPMATBHOTO TPEOHSI MPOUCXOIUT SKCIPECCHs] T'eHa
msx 2 (Muscle Segment homeobox), uto cmocobcTByeT mpoaudepanuu B
MOJUIeXKAMIEH MEe3eHXMMEe, B KOTOpPOW OJKCIPECCHPYETCS IPYrodl T'eH STOro e
cemeiicTBa --- msx [. Bricokuii ypoBeHb nposmdepannu B ME3CHXUME TUCTATHHOU
00JIaCTH TIOYKM KOHEYHOCTH TOJIEPKUBACTCA JOCTATOYHO CJIOXKHOH CHCTEeMOM
¢dakropoB (puc. 21-13), B KOTOpOH ydYacTBYIOT pa3HOOOpa3HbIE (GAKTOPBI POCTa

¢bubpobdIacToB.
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Pore ADI' B pa3BUTUM KOHEYHOCTH TOATBEPXKIACTCA AKCIEPHUMEHTAIBHO.
XUpyprudeckoe yJajaeHne rpeOHs BeleT K NPEKPaIeHUIO TOCTYTUICHUS B ME3CHXUMY
dakropoB msx 2, fgf8, fgf4 u x ocranoBke pa3Butus. Haobopot, pacumpenre 30HbI
rpeOHs MyTeM TPaHCIUIAHTAIIUN COOTBETCTBYIOIIETO MAaTepHala BHI3BIBACT MOSIBIICHUE
JOTIOJTHUTEIBHBIX 3JIEMEHTOB ayTONONMs, KaKk U B ciy4ae MmyTauuu polydactylous,
KOTOpast BBI3bIBAET pacuipeHue 30Hbl ADI U pa3BuUTHE OMOJHUTENbHBIX MaJIbIIEB.
Myranus eudiplopodia, npu KOTOPO NMPOUCXOIUT 3aKIaaKa JBYX IKTOJAEPMATIbHBIX
rpeOHell BMECTO OJTHOTO, BEIET K Pa3BUTHIO Pa3BOCHHOM KOHeUHOCTH. [Tpn MmyTanuu
limbless He o0Opa3yeTcsl CBSA3Ka MEXAY MPE3yMITUBHOM JOpPCATbHON M BEHTPAJIHHON
AKTOJEPMON TOJsI KOHEYHOCTH, He oOpasyercs ADI, W XOTS MoYKa KOHEYHOCTH

3aKJIaAbIBacTCA, €€ JanpHelee Pa3BUTHUEC HC IPOUCXOAHUT.

TpaunsutHasi 30Ha. Cyzas no Bcemy, ¢yHKiuss ADIT cocTOMT B MOAJEp)KaHUU
BBICOKOTO  TpONU(EPaTHBHOIO  CTaTyca  ME3E€HXHMMBI  TPAH3UTHOM  3O0HBHI.
ITocnenoBarenbHas BO BpPEMEHM CMEHAa MpOrpaMM clHeUUpUKAUU ME3EHXHMBI,
HabmromaeMasi B 9TOW 30HE, OOYCJIOBJIEHA IMPOLECCAMU, MPOUCXOMAIIMMU B CaMOM
ME3EHXUME, U HE 3aBHCUT OT Bo3pacta ADI. 3amelieHue anuKalibHOrO TrpeOHsA
KOHEYHOCTH TrpebHeM Oojee paHHeH uiau Oojiee MO3AHENH CTaguM HE H3MEHSET
HOPMaJbHOE Pa3BUTHE NPOKCHUMOAMUCTAIBHONW OcH. Eciam ke yaamuTh 4acTh MOYKH
KOHEYHOCTH BMECTE C ME3CHXMMOM, U Ha MECTO Cpe3a TPaHCIUIAHTUPOBATb TKAHb
TPaH3UTHOW 30HBI, B3STON OT 3apOJbIIIAa PAaHHEH CTaJAUM Pa3BUTHsI, TO Pa3BUBACTCS
CJIOKHAsi MHOTOWJIEHHAs! KOHEYHOCTh. B 3THX cily4asX NpOKCUMAaJbHBIE AJIEMEHTHI,
JIETEePMUHUPOBAHHBIE B OCTATKE OpraHa, JOINOJIHEHbl O0Opa30BaHUEM IIOJHOM
KOHEUYHOCTH, c(hopMHUPOBaHHOM 3a cyer crienupuKanuu TKaHen
TPAHCIUIAHTUPOBAHHOW TPAH3UTHOM 30HBI. TpaHCIUIAHTAT Pa3BUBACTCS HE3aBUCHUMO
OT OCTaTKa OpraHa, cjeays JMIIb CHTHaJlaM, BO3HUKAIOIIMM B HOBOM TPaH3UTHOMN

30He (puc. 23-14).

[To3unmonHass wHpOpMaNUUs TPAaH3UTHONW 30HBI, ONpEIENAIONas CHEIH(pUKALINIO
IIPOKCUMOAUCTAIIBHOM OCH KOHEYHOCTH, HM3MEHSAETCS BO BPEMEHU. UeM MeEHbIle
BPEMEHHU KJIETKM HaXOAATCS B TPAH3UTHOM 30HE, TeM Oojiee NPOKCHMAalbHbIE
3JIEMEHTHI KOHEYHOCTH OHU (pOpMHUPYIOT. B pa3BUTHN KOHEUHOCTH Pa3INYaAIOTCs TPH
¢ba3bl, Kaxaas U3 KOTOPBIX CBsA3aHa C JAETEPMUHAIMEH COOTBETCTBEHHO CTHJIOMOAMS,

3UTONOJUSL U ayTONOAMsA. Y MBIIIM nepeas @aza XapakTepU3yeTcs SKCIpeccuei

127



reHoB hoxd9 u hoxdl(, xoTopasi 0XBaThIBAaeT BCIO MOUKY B 1enoM (puc. 21-15A). Bo
6mopotl ¢haze TATTEPH IKCIPECCHH WMEET KOJIMHEapHbIN xapaktep (puc. 21-15B).
I'en hoxd9 sxcnpeccupyercs BO Bceil MOUKe KOHEYHOCTH OT €€ MepenHel 10 3aaHen
rpanunel. Ilepennss rpanuna skcnpeccuu reHa hoxdl() cnunyTta Hazan. Eme
HECKOJILKO OTCTYIISI Ha3aJ MPOXOIUT TPaHUIla IKCIIPECCuu TeHa hoxdl . 3ateM uaet
rpaHuIla dKCIIpeccuHu reHa hoxdl2, W, HakoHel, TeH hoxdl3 skcmpeccupyercs B
caMOi 3aJHECH YacTH IOYKHM KOHEYHOCTH. TakuM oO0pa3oM, BO BTOpoi ¢ase
(dhopMHpOBaHHS KOHEYHOCTH YCTaHABJIMBAECTCSI THE3JJ0BOM MATTEPH dKcHpeccuu hoxd
TCHOB: B  3agHeil  o0JacTH  MPEACTAaBICHBI ~ TPAHCKPUNTHI  BCEX  IATH
AKCIPECCUPYIONUXCS B KOHEUHOCTH TeHOB (hoxd9 - hoxdl3). Jlamee Brepen
pacroyio’keHa 30Ha SKCIPECCUM TeHOB hoxd9 - hoxdl2. 3atem uIeT MONOCKa, B
KOTOPOW MMEIOTCSI TPAHCKPHIITHI JIMIIb TPeX TeHOB hoxd9 - hoxdll. B cnenytomiei,
CABUHYTOM B TIEPEITHEM HAIPABJICHUH 30HE dKCIPECCUPYIOTCS TeHbI hoxd9 n hoxdl .
W, HakoHel, B mepenHeil 00JacTH KOHEYHOCTH HKCIPECCUPYETCs JIUIIb OJUH I'eH ---
hoxd9. Tpemwvs ¢aza XapakTepusyeTcs BBIKIIOYCHHEM JSKcmpeccuu Oonee 3
PacroOKEHHBIX TeHOB. B AucTanbHONW 4acTH KOHEYHOCTH HAUYMHAET MOBCEMECTHO
SKCHPECCHpPOBAThC  hoxal3, HECKONbKO OTCTYINs Ha3ad MPOXOAMT TpaHHIA
AKCTIpEeCCUH TeHa hoxdl3, Torma Kak B 3aJHEH JHUCTAILHOM 00JIACTH COXpaHSETCs
skcripeccust TeHoB hoxdl(0 - hoxdl3 (puc.21-15B). BaxHocTh 3TOro marTepHa
AKCIPECCHH U (POPMHUPOBAHUS KOHEYHOCTH TOATBEPIKIACTCS SKCIEPUMEHTAMH 10
HOKayTy TMapajJOoTHYeCKUX TeHOB hoxal3 w hoxdl3, KOTOpBIi BBI3BIBACT
HezopazButue ayronoaus. CyliecTBeHHbIE HApYLICHUs Pa3BUTHS KUCTH U CTOIIBI,
00yCJIOBJICHHBIE CIMSHUEM MAJBLEB, OTMEUYAIOTCS U Y JIIOJCH NPU TeTepO3UTOTHOM
myTamu hoxdl3. Hokayt reHoB hoxall w hoxdll y mblieil BeeT K HEJJOPA3BUTHUIO

JIy4E€BOU U JIOKTEBOM KOCTEH.

Ectb oOcHOBaHMS cUHMTaTh, 4YTO JIi CKOOPAMHUPOBAHHBIX MOP(OreHETHUECKUX
IIPOLIECCOB, MPOUCXOIAIIMX IPU PA3BUTHH KOHEYHOCTH, CYLIECTBEHHOE 3HAYCHHE
UMEIOT pa3jIiyus B CTEIIEHU CPOJCTBA MEXAY KICTKAMM, 3aHMMAIOLIUMU Pa3HOE
IIPOCTPAHCTBEHHOE IIOJIOKEHHE B cUCTeMe. BO BpeMs HMHTEHCHUBHOIO pocCTa
KOHEYHOCTH CJIaralolie €€ TIpyHnbl CHelU(UIMPOBAHHBIX HAa PaHHUX CTaIUsIX
KJIETOK, Onaronaps BbICOKOH adduHHOCTHM BemyT ceOsi Kak IEIOCTHBIE CHUCTEMBI.
Ecnu Obl He cymiecTBOBaIM 0COObIE MEXAHU3MBI MOJEPKAHUS €UHCTBA KJIETOYHBIX

OoOIIHOCTEH, TO B XOJ€ pOCTa 3ayaTKa KIETKH Nepepacrnpefessiuch Obl B
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MIPOCTPAHCTBE CIIy4alHBIM 00pa3oM. B 3ToM cityuae paHHHE CUTHAJIBI CenUDUKAITIH
He wuMmenu OBl peaJbHOrO 3HAaYeHWs s mpolieccoB  auddepeHnnanum,
MPOUCXOJAIIMX HA TO3JAHHUX CTaAUAX. OKCIEPUMEHTAIBHO TOKa3aHO, YTO IIpH
pPa3BUTHH KOHEYHOCTH KIIETKH, 3aHMMAIONIME pa3HbIEe TIO3WIUH B CHCTEME,
XapaKTepU3yIOTCs Pa3HbIM CPOJACTBOM Jpyr K Apyry. Kycouku TkaHeil, B3siThle U3
nepeaHed M W3 3agHed oOnacTel  MOYKM KOHEYHOCTH, B YCIOBHSX in Vitro
IMCCOIMUPOBAINA HA OTIENbHBIC KJIETKU. KIeTkr MeTnim pa3HbIMU MPHKU3HEHHBIMH
KpPaCUTENSIMU U MOTyYalld CMEUIaHHYIO TOMYJISIIUIO U3 MEUEHBIX MEPEeTHUX U 3aTHUX
KJIETOK. DTH KJIETKH arperupoBalii, IMOMEIIAId B IKTOJEPMAJIbHBIA JIOCKYT, MOCTe
Yero TPAHCIIAHTHPOBAIM HA aMITyTHPOBAHHYIO NEPEIHIO KOHEUYHOCTh KypPHUHOIO
sMOproHa. B Takoro poma KOHCTPYKIUSX MPOUCXOIWIA copmupogka KieTok. Ilo
Mepe pocTa KOHEYHOCTH (HOPMHUPOBAIUCH BBITSHYTHIC BJIOJIb MPOKCHMOAMCTAIBEHOM
OCH pa3lielibHble MOJOCKH '"mepenHux" W "3agHuX" KIETOK, CBHIETEIbCTBYS O
CYLIECTBOBAaHMM CICIU(PHUUECKOW [UIs pa3HBIX o0NacTel 3adyaTka KOHEYHOCTH
kinerounoit axresun (Omi et al.,, 2002). [lockonbKy B mepemHei 007acTH TOYKH
KOHEYHOCTH 3kcmpeccupyetrcs cadherin-11, a B 3amueit --- pd-cadherin, Becbma
BEPOSITHO, YTO MMEHHO JTH MOJIEKYJbl KJIETOYHOW aAre3ud OTBETCTBEHHBI 32
muddepeHnnanbayo, cnenu@uUecKyro sl pa3HbIX 00JacTeil KOHEUHOCTH are3uto
knetok. [Ipenmonaraercs, 4to B HemocpeacTBEeHHOW Omu3octu oT ADIT copTHpoBKa
KJIETOK ME3E€HXHMBI IOJIaBJICHA, M MPOSBISETCS TOJIBKO Ha HEKOTOPOM YAAJICHHU OT

HETO.

3ona noasipusywmeii akTuBHOCTH (3I1A). Posib 3TOM 30HBI, PacroioKeHHON Ha
3aJlHEM Kpal PAHHEH MOYKM KOHEYHOCTH, B YCTAHOBJIEHMM NEPEIHE3aqHEN OcH
KOHEYHOCTH OblIa MOKa3aHa AKCIEPUMEHTANIbHO. TpaHCIUIaHTalus 3TOW 00JacTH Ha
NEepeIHUN Kpail KOHEYHOCTH IPUBOJAMIA K 3€PKaJIbHOM IYIUIMKALMW MAJIBLEB, U
NEepBOHAYAIBHO IMpeanojiaranoch, 4ro 3IIA sBmnsercs MCTOYHHMKOM MopdoreHa,
oOpasyromumM 3aaHenepenuuid rpagueHT (cm. 1. 18). Ilpenmomaramoch, 4TO B
kayectBe Mopdorena B 3[IA BbICTYmaeT peTHHOEBas KHCIOTA, IOCKOJIbKY
MMIUIAHTAlMs [IapUKa, MPONUTAHHOTO PETHHOEBOM KHUCIOTOW HA NEPEIHUN Kpai
IIOYKM KOHEYHOCTH, BBI3BIBAJIAa TaKyl0 K€ 3€PKAIbHYI0 IyIUIMKALHAIO, YTO H
tpancmianTamus camoii 3I1A. Tlo3aHee OBLIO BBISICHEHO, YTO KIIFOUEBBIM COOBITHEM,
onpeaensomuM cBoiictBa 3IIA, sBiseTcss BKIIOYEHHE SKCIPECCHUM T€Ha SOnic

hedgehog (shh) (Riddle et al., 1993). C nmomo1ipto BUPYCHOTO BEKTOPA, COJAEPKALIETO
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reH shh, Obun TpaHchuIMpoBaHbl (HUOPOOIACTH KYPHHOTO SMOpPHOHA, KOTOpbIE
3aT€M UMIUIAHTUPOBAIM Ha TMEpEeIHM Kpal MNOoYku KoHeuHocTd. I[losBieHue
HKTOMHYECKOTO HCTOYHMKA Oenka shh BbI3bIBANO W3MEHEHHE TMOJSIPHOCTH
KOHEYHOCTH, CBUAETEIBCTBOM 4eMy Obla 3epKalbHas JyIUTMKarus mnanbies. [lo-
BHJIUMOMY, aKTUBHOCTh shh uHUIIMUpYeT cuHte3 6enkos BMP (BMP2 u BMP7). Ot
Ooenku, AUPPYHIUPYS U3 30HBI  TOJSAPU3YIONIEH  aKTUBHOCTH,  CO3Ja0T
3aIHETIEpEIHUN  TPaJMEHT, KOTOPBIH, BO3MOXHO, CIY)KAT  INPUYUHON
nuddepeHnaIbHOl aKTUBHOCTH T€HOB /hoxd KiacTepa, HaONII0JaeMoil BO BTOPOMA
¢daze pa3BUTHS KOHEYHOCTH. Y4acTue /oxd TeHOB B (DOPMHUPOBAHUY MEpEAHE3aTHEH
OCH SIBJISIETCS BeChbMa JAPEBHUM MEXaHU3MOM PETHOHAIM3aLUN KOHEYHOCTH, KOTOPBIH

BO3HHK Y PbIO, 3310JIT0 J0 MOSBJICHUS YETHIPEXHOTUX MO3BOHOYHBIX (puc. 21-16).

AnonTto3. BaxHylo poiap B MopdoreHese KOHEUHOCTH IIO3BOHOYHBIX HIPAET
[IPOrpaMMUPOBAHHOE YCTpPaHEHHE KIETOK, WU anonmo3 (OT rped. Gmontdm ---
oTBeprath). Jlexkaas B OCHOBE 3TOr0 SIBJICHUS aKTUBALUS I'€HOB, KOHTPOJIUPYIOIIUX
CHHTE3 Kacnaz, GepMeHTOB, KoTopble GpparmenTupyroT 6enku u JIHK cBoeit kierku,
perynupyercs TpW TOMOIIM TaKUX K€ CHTHAJIBHBIX MapakpHHHBIX (PAKTOpOB,
KOTOpbIE HCHOJB3YIOTCA M MpH APYrux Buaax au¢pgepenuuanuu. B xoHedHoCTH
KypPUHOTO 3apojbllla C TMOMOIIBIO aroNTo3a YCTPAHAIOTCS KIETKH, KOTOpbIE
pacIoyIo’KEeHbl B MEXKMNANBLEBBIX IPOMEKYTKAX, a TAaKKe KICTKH, 3aHMMAIOIIUe
LEHTpaJIbHYI0 00JacTh 3uronojus. B pe3ynbrare caMOyHHYTOKEHHs KIETOK 3€Ch
oOpa3yroTcsi JBa 00O0COOJCHHBIX XPAMICBBIX 3adaTka 3uronoaus. JlaHHBIC
MOJIEKYJIIPHOI OMOJIOTUU CBUIETENBCTBYIOT, YTO AlONTO3 B KOHEYHOCTU KYPHHOTO
sMOpHOHa MHUIMHpYyeTcs: Oenkamu cemeilictBa BMP --- BMP2, BMP4 u BMP7.
Hanmame >Tux 6€1KOB OTKpBIBAeT MyTh anonTo3y. Ilogaepkanue )KU3HECTIOCOOHOCTH

KJIETOK 3a4yaTka o0ecrieyuBaeTcs OeIKoM noggin, aHTaronuctom BMP.

Henb3s He 00paTuTh BHUMaHUsS Ha TO, YTO Y XBOCTaThIX aM(puOui 3aKiaaka maableB
MPOUCXOTUT Ppa3[elibHO, B BHUJAE IIOYEK, OOpa3ymoIUXCsS IOCIEI0BATEIbHO B
NepeHe3aJHEM HaINpaBlIeHUH. OTOT Crmoco0 (OPMHUPOBAHUS TMANBLEB PE3KO
OTIIMYAETCS OT MEXaHM3Ma, XapaKTEPHOTO ISl APYTUX MO3BOHOYHBIX, Y KOTOPBIX BCE
naiblel  00pa3yloTCs OJHOBPEMEHHO, KOIJa IIyTeM amonro3a o0pa3yroTcs
MPOMEXYTKH MexXy nanbliamu. [lociaenoBaTenbHas 3akiiajika NanbleB Yy TPUTOHOB U

aKCOJIOTIICH TIepIBapseTCsl HHTEHCUBHOM 3KcTpeccueii reHoB thx4 u thx5, akTHUBHOCTh
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KOTOPBIX Ha CTaguu (OpMHUPOBAHUS MabIeB 00BIYHO 3aTyxaeT. CBoeoOpas3ue myTeit
pPa3BUTHS KOHEYHOCTH Y XBOCTAThIX aM(uOmii, ocobeHHOCTH (POPMUPOBAHUS Y HUX
MaJIIEB, PABHO KaK M YIIOMHHABIIASCS paHee KodKcmpeccus thx4 u thx5 B 3auaTkax
NEpeHUX W 3aJHUX KOHEYHOCTEH, TPEJICTaBIAIOT HECOMHEHHBIM WHTEpeC IS

ABOJTIOIIMOHHON OMOJIOTHYU Pa3BUTHSA.

21.3. CraHoBJIeHHe JIEBO-TIPABOIl ACHMMETPHH.

CraHoBIIeHHE JIEBO-TIPABOM aCUMMETPHH --- (PyHAAMEHTaIbHOE COOBITHE B PAa3BUTHH
MO3BOHOYHBIX JKUBOTHEIX. B oTiimume ot CUMMCTPUYHO PACIIOJOKCHHBIX BHCUIHHUX
OpPraHOB MHOTHE BHYTPEHHHUE OpPTaHbI PACIONAraloTCsl ACHMMETPHYHO OTHOCHUTEIBHO
MeJIUaabHOM IUIocKocTu. Hampumep, cepale ImIpu HOPpMaabHOM pPa3BUTUU 3aHUMACT
JICBOCTOPOHHEE PACIOIOKECHHE, TeUeHb --- MPAaBOCTOPOHHEE. ACHMMETPUYHOCTD
XapakTepHa IS YKIAJAKH KUIIeYHHUKA. [lomararor, 4ro JieBO-TIpaBas acUMMETPHS
MMEEeT AaJalTUBHOE 3HA4YCHHWE, TIOCKOIbKY OHa O00ECIeuYuBaeT KOMIAKTHOE
pacroyio)KeHue BHYTPEHHHUX OPraHoOB, U co3aaeT Oojiee 3(PPEeKTUBHBIC yCIOBHS IS

paboThI cepIeYHO-COCY JUCTOM CUCTEMBI.

3epKaibHOE PACIOIOKEHUE BUCIEPATBHBIX OPraHOB --- sifus inversus (yart. situs ---
MIOJIOKEHHE; INVersus --- MepeBEepPHYTHIN) --- Y MBIIIA BO3HHUKAET MPHU HAPYIICHUSIX
pa3BHUTHS, CBSI3aHHBIX C MyTallled TeHOB iV (situs inversus Viscerum, nar. viscera ---
BHYTpeHHOCTH) U inv (iNVersion of turning; aHri. inversion --- MepeBePTHIBAHHUE;
turning --- moBopoT). B ciywae MyTanmuu v TPOUCXOTUT PaHAOMHU3ALUS
pacrionioskeHusi opraHoB: y 50% >XHMBOTHBIX (EHOTHII HOpMaNbHBINA, y 50% umeer
MecTo situs inversus. Ilpm MyTauum inv 3€pKajJbHOE PACHOJIOKEHHE OpPraHOB

npoucxomut B 100% ciyuaes.

W3BecTHBl M apyrue HapylleHHs JIeBO-IpaBod acuMmmerpuu. Hampumep, uHOrma
BO3HUKACT Ounamepanvras cummempus. Ecii aHOMaJIbHOE IOJIOKEHUE 3aHHUMAIOT
JUIIb OTIEJIBHBIE OpraHbl, TOTJa KakK BCS CUCTEMA B LIEJIOM OCTAETCsS HOPMAJIBHOM,
rOBOPSIT 00 usonuposannol cemepomaxcuu. HapylieHue 1eBo-paBoil acuMMETpUU
IPOUCXOIUT M MPH TaK HA3BIBAEMOM U30Mepuzme --- YABOCHUM (IyIUIMKALWN)

OpraHoB.
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I'maBHasi 3arazka CTaHOBJIEHHUS JIEBO-IPAaBOM ACHUMMETPUM --- €€ IEpBOIPUYMHA.
31ech UMEITCA JBE JOTMYECKHE BO3MOKHOCTU. OHA M3 HHUX COCTOMT B TOM, YTO
JIEBO-TIpaBasi aCUMMETpUs NpedopMUPOBaHa yKe B siiflieBoi kieTke. [pyras ucxoaur
U3 MPENIOJIOKEHNS, YTO 3Ta aCUMMETPHUsI BO3HUKAET B XOJ€ Pa3BUTHUs, HAIIPUMED, B
pe3yapTaTe MOSIBICHUS MOJIEKYJI, MPEAONPEACIIAIONIMX aCUMMETPUYHOCTh KaKUX-TO
¢byHkumid. J[edCTBUTENBHO, T€H MBIIIN iV, PABHO KaK U TOMOJOTHYHBINA T€H KypPHUIIBI
Ird (left-right dynein), KOHTPONUPYIOT CHHTE3 OuUHeUHd, IBUTATEIHHOTO Oelka
MUKpoTpyOouek. M3BecTHO, uTo mipu cuHapome KapramkeHepa BOSHUKHOBEHUE Situs
inversus totalis KOppenupyeT ¢ neekTaMu IMHENHA KIETOYHBIX PECHUYEK. 3aMETHUM,
YTO U BTOPOM T'€H MBIIIH, CBSI3AHHBIM CO CTAHOBJIEHUEM JIEBO-TPABOM aCUMMETPHUH,
KOJUPYET OENOK aHKUpuH, KOTOPBIA CBA3BIBACT IIUTOCKENET C TPAaHCMEMOpPaHHBIMU

OeJIKaMu.

beina Bpickazana rumorte3a ("Momenb y3enkoBoro TteueHus', nodal-flow model),
COTJIACHO KOTOPOW CTAHOBICHUE JIEBO-TIpaBasi AaCHUMMETPHH Y MIICKOIUTAOUINX
CBSI3aHO C HANpaBJICHUEM TOKA KUAKOCTH B O0JIACTH y3€JIKa Ha CTAaIUH 3apOIbIIICBON
MOJIOCKU. PecHUYHbIE KIETKH y3eJKa TOHAT MMEIOIIYIOCS 3/1€Ch JKUIKOCTh CIpaBa
HaieBo. Myranus TeHa [WHEWHA, BBI3BIBAIONIAS OCTAHOBKY OWEHHS PECHHUYEK,
Hapymaia (opMHpOBaHHE HOPMAJbHOM JIEBO-MPABOM aCUMMETPUU, U IOJOKEHHE
Oprasna B TeJe 3apoJblilia MPUOOPETaIo paHIOMU3UPOBAHHBIN, CTyUalHBIH XapaKTep.
B HCKIIOYUTENIEHO TOHKHX O3KCIICPUMEHTAaX, BBIMIOJHCHHBIX C COTPYIHUKAMH
SAMOHCKUM HuccienoBareneM Honaka (2002), ObU10 MOKa3aHO, YTO HMCKYCCTBEHHO
MEHSIsl HamlpaBleHUE TOKA >KUIKOCTH B YCIOBUSAX KYJIbTYpPbl, MOXXHO H3MEHUThH H
XapakTep aCUMMETPUHU TIOJIOKCHHSI BHYTPEHHUX OPraHoB 3apojbimia. C MOMOIIB0
MCKYCCTBEHHOTO TOKa JXUAKOCTH B OO0JIaCTH y3elKa 3Ta TpyIa HccieaoBaTeneit
no0uBanach BOCCTAHOBJICHHS HOPMAIIBHOH JIEBO-IIPABOM aCHUMMETPHH Y MYTaHTOB.
[To-Buaumomy, wmozenb '"y3€IKOBOrO TEYEeHHUsA" pacrmpoCcTpaHseTcsl Ha BCeX
MO3BOHOYHBIX KUBOTHBIX. [lpyrasi rpymnma uccienoBareneil U3 yHUBEpcUTeTa YTa B
CIIA moka3anma, 4TO HAJIUYHE PECHUYHBIX KIETOK B 3apOJBIINICBOM Y3€IKE U
9KCIIpeccHsi B 3TOM 00JacTH I€HOB, POJCTBEHHBIX Ldr, XapakTepHbl HE TOJIBKO IS
MBIIIIM, HO TaKXXe W JUIs NTUI (Kypuia), ampuouii (Xenopus) u puid (Danio) (Essner

et al., 2002).
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Y KypHHOro 3apoiplllia Ha CTaJAWM ['€H3E€HOBCKOIO Yy3€JKa II0J JEUCTBHEM
OKpY’KaIOIIMX TKaHEW TaK Ha3bIBAEMOTO .1e60-npagozo koopournamopa LRC (Left-
Right Coordinator) mpoucxoaut neBo-mpaBasi crieruukanys y3enka. B pesynbrare
3TOrO Mpolecca ['eH3eHOBCKUIA y3€I0K MoApa3IesieTcs Ha ABE 30HbI: B IPABOW YacTH
y3eIKa HAaUMHAETCS YKCIIPecCHs TeHa activin, a B JIeBOU --- TeHa Sonic hedgehog (Shh)
(puc. 21-17). IIpu aTom Activin CiryXKuUT UHTHOUTOPOM Shh. AKTUBHOCTB Shh B eBoi
YacTH y3elika MHUIMHpYyeT dKkcnpeccuto reHa Caronte (Car). Hampotus, B mpaBoii
gacTH 3apoipima Activin BKIIOYAET 3KcTpeccuio fgfS, nmpoaykr koroporo FGF8
uHruOupyer aktuBHOCTh reHa Car. AxTuBHOCTH Caronte, MO-BUAUMOMY, SIBISIETCS
KJIIOYEBBIM MOMEHTOM B (DOPMHPOBAHUU CBOMCTB JIEBOM CTOPOHBI TEJA, MOCKOJIBKY
Janee HMIET OJHA M Ta JK€ IeToYKa TE€HOB, HMHTHOMPYIOMIMX TIOCIIEIOBATEIBHO
pacrioyio)keHHble 3BeHbA. Tak, Caronte WHrHOUpyeT axkTHUBHOCTb bmp, BMP
BBIKJIIOYaeT aKTUBHOCTh TeHOB Nodal w Lefty-2, Torna Kak MpOAYKTHI MOCIETHUX
WHTUOMPYIOT aKTUBHOCTh T'eHa Snail, u SABIAIOTCS akTUBaTopamu rena Pitx2 (puc.21-
18). Snail oTBeTCTBEHEH 3a BKJIIOYEHHE T'€HOB, OMPENEISIONIMX MPaByI CTOPOHY
(umukdunTepHBIit cSnR, fibrillin-2 n np.). Pitx2 OTBETCTBEHEH 3a BKIIIOYCHHE TE€HOB,
OTIPEIEIAIONINX JIEBYI0 CTOpOHY (bmp4, flectin m np.). Wtak, B JeBOi oOmactu
KypuHOTO 3aponbimia  aktuBupyercsa Caronte, TONABISETCS AKTUBHOCTh bmp,
akTuBHpYyIOTCS Nodal wn Lefty-2, Gmarogapsi yeMy HauWHAET TPAaHCKPHOMPOBATHCS
Pitx2, torna xak Snail Beikiouaercs. B mpaBoit obnactu, rae Caronte 6G10KUpOBaH,
aKTUBHpYyeTcs bmp, BbIKIIOUatoTcsi Nodal u Lefty-2, m TeM caMbIM CHHUMAaeTCs

osokupoBka rena Snail (puc. 21-18).

Y Xenopus craHOBIEHHE JIEBO-TIPAaBOM ACUMMETPHHM CBSI3aHO C KOPTUKAJIbHOM
peakuueil. Ilo KakuMM-TO IpUYMHAM, MMEIOLIMICA B BET€TaTHUBHOM IOJIYILIAPUU
MaTepUHCKHUM O6erok Vgl, mocie omiog0TBOPEHUsI M KOPTUKAJIBHON peakuu TOJIBKO
B JIEBOM 00JIACTH MEPEXOJUT B AKTUBHYIO (POPMY, CIIOCOOHYIO BKIIIOUUTh IKCIPECCHIO
reHa Xnr-1 (Xenopus nNodal related). Ecmm 31y aktuBHyro ¢opMy Oenka
MHbELUpPOBaTh B MpaBblii OnactoMep, TO TMpPH MOCIEIYIOIEM pa3BUTHU
pacIIoJIOKEHUE CepAlla UMEEeT CIy4YalHBIM XapakTtep. B omblTax, rae Npou3BOIUIN

unbeknuio nPHKYE', naGronanu naBEpCUIO JI€BO-TIPABOii OCH.

21.4. Pa3BuTHe 1i1a3a y no3BOHO4YHbIX
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3auaTok ria3a am(puOUil 3aKiajbpIBaeTCs Ha CTaJWU HEHPYIJbl B IepeaHed obimactu
HEpBHOM IUIACTMHKM Kak HemapHoe o0pa3oBaHMe, JIeKallee HaJl MPeXOopAalbHOi
mwiactuakor (puc.21.19A). B 3auarke ria3 skcmpeccHpyroTcsi reHsl Pax6, Rxl u
Six3; B mpexopaaibHON MJIACTHHKE --- TeH Sonic hedgehog (Shh) , cexperupyemsbie
IPOAYKTbl KOTOPOTO JIOCTUTAIOT HEPBHOM IUIACTUHKM M HMHTUOMPYIOT SKCIIPECCHUIO
Pax6 B uenTpanbHOM 007acTH TJIAa3HOrO 3ayaTka, IOApas3felss ero Ha [Ba
CUMMETpUYHbIX oOpaszoBanus (puc. 21.19b). Ilocne 3ambikaHus mepegHero OTAena
HEpBHOM TpyOKH 1 00pa30BaHuUs 3ayaTKa TOJIOBHOI'O MO3ra 3TH Y4acTKU (pOpMHUPYIOT
NapHbIe BRIMITYUBAHUS --- 21a3Hble NY3bipi, MOP(HOIOTHIECKH 000CO0ICHHBIEC 3a4aTKH
a3 (puc. 21-20). [Ipu mytanuu Shhi mepBUYHBIN 3a4aTOK Ijla3 OCTAECTCSI HETIApHBIM,
B pe3yJbTaTe Yero BO3ZHHUKAET YuKIONus, Pa3BUTHE €AMHCTBEHHOTO, 3aHMMAIOIIETO
LEHTPaJbHOE MOJOXKEHHE TIha3za. B 3auaTkax Iya3 oTMeueHa HKCIPEecCHs MHOTHX
IEHOB, T'OMOJIOTHYHBIX TreHaMm Jlpo3oduibl, ydacTBYHOIIUX B 0Opa30BaHUU
MOpP(OTeHETUYECKOTO TMMOJsl IJla3a B HMarMHaJbHOM JUCKe: TeH Pax6 MbIIH
roMosiormdeH TeHy ey Jlpo3odwubl, ren  Six3 Memmu reHy so Jpo3o¢uisl,
TOMOJIOTHYHBI TeHbl Eya u eya, Optx] u optix, Otx2 n otx2. CTenieHb TOMOJIOTHH
Pax6 n ey oueHb BBICOKA, TaK YTO 3TOT I'€H MBIIIHU CIIOCOOCH 00ECTIEUYUTh pa3BUTHE
(dboTopenienTopoB r1a3a IUIOM0BOM MymIKH.. Pax6 --- yHUBEpCalIbHBIA KIIFOYEBOU

(l)aKTOp Pa3BUTHA I'Ta3a BCEX )KUBOTHDBIX.

[Tocne oOpa3oBaHusi TIa3HBIX ITy3bIpei, B NpUIIETAIOMIEH K 3TUM JIaTepalbHBIM
BBIpOCTAM JHEHIE(pANIOHa JKTOAEPME MPOUCXOIUT CHEeUU(UKAIUS XpyCTaIHKa.
Xupypruueckoe yJaJeHue ITIa3HOTO Iy3bIps, Kak nokasan eme lllnemanH, wiam ero
HE/IOpa3BUTUE y MYTAHTOB L/x2 1 Rx BBI3BIBACT MOJABIICHUE PA3BUTHUS XPyCTaIHKA.
[Ipennonaraercs, YTO HHAYKTUBHYIO (YHKIMIO TJa3HOIO Iy3bIps y pasHbIX
I03BOHOYHBIX OCYILECTBIISIOT pasHble npexncrasurenu cem. BMP. llpu nelicrBumn
CUTHAJIBHBIX MOJIEKYJ HMHAYKTOpAa B OKTOJAEPME MPE3yMITHBHOIO XpPyCTalIUKa
AKCIPECCHUS HEKOTOPBIX T€HOB, B TOM uuciie Ofx2, npekpamaercs. DKCIpeccus
IOpyrux, Hampumep, Pax6 --- noaaepXuBaeTrca. IJTO B3aUMOJEHCTBUE BEAET K
00pa30BaHMUIO JKTOJCPMAILHOTO YTONIIECHUS --- IUIAKOABL. B  XpycTammKoBOH
IUIAKOJI€ MHULMUPYETCS SKCIPECCUs LENOHN IUIeAIbl TEHOB, KOTOPhIE KOHTPOJIUPYIOT
o0pa3oBaHME KPUCTAJUIMHOB (Six3, pa3nuuHble Sox) U PEryjIupyloT KICTOYHYIO

nponudepanuto (Proxl, FoxE3).
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Kak cnenyer us pucynka 21-21, skcnpeccust Sox2, Six3, Prox] B XpyCTaJIUKOBOU

TJIaKOJIe TIOJIIEPIKUBAETCS OJ1aroapst akTUBHOCTH Pax6.

VY MBIIIM NpeBpalieHue TIa3Horo My3bIps B TJIA3HOW OOKall M €ro peruoHalIu3aius,
CBA3aHHasg coO crHenuuKanueidl KIETOK U MOP(POreHETUUECKUMHU JABM)KEHUSMU,
MPOMCXOJUT TOJ BIUSHUEM TPEeX OCHOBHBIX (hakTopoB (puc.21-22). [lox BiausiHEEM
¢ubpobnactuueckux pakropo pocra (FGF), cekperupyeMbix XpyCTaJIUKOBOU
MJIAKOI0M, MHUIIMMPYETCS criennuKanys HeMpaabHOM CETUaTKH B IUCTAIBHON YacTH
IJIA3HOTO My3bIps. DTOT MpPOLecC CONPOBOXKAAeTCs akTuBaluen sxkcrpeccuun Chxl0 B
3TOM obOsacTu. Me3eHxuMa, TpaHUYaIllas ¢ JOpCajbHON 00JIACThIO 3ayaTKa TJiasa,
CEKpETUpyeT tpanchopmupyrommii  paktop pocra P (TGFP), xortopsrit
IPENONpPENENaeT pa3BUTHE IUIMEHTHOIO DJIUTENNs CEeTYaTKU. OTOT 3a4aTok
XapakTepu3yercs dKcnpeccuei rena Mitf. BeHTpanbHas o0JacTb MEpeIHET0 MO3Tra
SBIIAETCS HWCTOYHUKOM Oenmka  Shh, KOTOpbIi BakeH IS JAOPCOBEHTPAIBLHOTO
NaTTepHUHTa TJIa3HOro Ookanma. Takum o0pa3oMm, €IUHBIN BHaAdaje HEMapHBIA
3a4aToK IJa3a IOJ, BIUSHUEM BHEIIHMX CHTHAJIBHBIX MOJEKYJ] MOJIpa3leiseTcs Ha

Cy030HbBI, Ka)K/1asi U3 KOTOPBIX MPOXOIUT CHeHUPUUECKU Ty Th qudPepeHIraIum.

ITocne cneunpukanuy KIETOK IJa3HOIO Iy3bIps IMPOUCXOAUT HWHBaruHalus
JMCTAIbHOM YacTH My3bIps ¢ 0OpazoBaHKe IazHoro 6okana. [Ipouecc nHBarMHauu
Ookaia orpenenseTcss BO3ICHCTBHAMH CO CTOPOHBI SKTOIEPMATIbHON IIaKOIBI. Y
MYTaHTOB C TIOJABJICHHOW B dKTojAepMe GyHKIMEH Pax6 1uakoma HE oOpasyeTrcs u
¢dopmooOpa3oBanue rina3HOro Ookana He mpoucxonut. llo3mHee, Korja TIiIa3HOM
Ookan chopMupyeTcs, y NTUI 1 MICKONUTAONMMX (HO HEe y pbI0) muddepeHnranms
ceTyaTKM MOXET WATH M B OTCYTCTBUM 3adaTka xpycraiuka. Ilocne oOpazoBanus
rmazHoro Ookana skcmpeccuss Pax6 B 00JacTH MPe3yMIITUBHOIO MHTMEHTHOTO

SIUTEIINS CETYATKHA U B 00J1aCTH TNIA3HOTO CTE0CIBKA BRIKIFOYAETCS.

CeTyaTKka MHO3BOHOYHEIX COCTOMT H3 IIECTH THIIOB HeﬁpOHOB 1 OJHOI'0 THIIa
ITHanbHBIX  KJIEeTOK. IlosBaeHME OSTMX  KIETOYHBIX  THIIOB IIPpOHUCXOJUT B
OHpCI[GJ'ICHHOfI MMoCJICA0BATCIIbHOCTHU, KOTOpPAA OKa3ajlaCb KOHCCpBaTHBHOﬁ B pany
IMMO3BOHOYHBIX KHWBOTHBIX, YTO CBUIACTCIBLCTBYCT 00 3BOJ'IIOHI/IOHHOI>1 yCTOfI‘IPIBOCTH

MCXAaHU3MOB, YIIPABJIAOIMIUX ITPOLHECCOM I'MCTOI'CHE3a CETUATKU.

135



JIUTEPATYPA

bannukos A. I'., [lenucoBa M. H., lapesckuii 1. C. Knacc 3eMHOBOIHBIE UM aM(U
oun. OOuwmii ouepk. B kH.: Kusup xuBoTHBIX. T.5. 3eMHOBOJHBIE.
[Ipecmbi- katomuecs. M. "[Ipocsemenue". 1985. Crp.: 5- 27
Benoycor JI. B. IIpo6nema smOpronansHOr0 hopmoodpazoBanus. M3a. Mry.1971.
174 ctp.

Kopoukun JI. 1. BBenenue B renetuky pazsutus. M. Hayka. 253 c.

MuramoB B. WM. KneTouHble MCTOYHMKH, PETYJISTOPHBIE (DAKTOPHI M IKCIPECCUS
T€HOB MIPH PETeHEpaIK XPYCTAINKA U CETYATKH Y TTIO3BOHOYHBIX KUBOTHBIX //
W3B. AH. Cep. 6uomn. 1996.Ne3 :298 - 318.

MuramoB B. W., Kycynakoc C. MoekynsipHble MEXaHU3Mbl pa3BUTHS U
T pepeHIMPOBKH CTPYKTYp I1a3a Apo30(hui U Mo3BOHOYHbIX // OHTOreHes.
2001. T. 32: 14-28.

Muramos B. U., Kycynakoc C., 3unoBseBa P. B. u ap. KOHCTpyKTUBHBIN CUHEPTU3M
AKCIIPECCUPYIOIIUXCS PETYNATOPHBIX T€HOB B TpoOIiiecce pa3BUTUA W
pereneparuu rinasa u Mo / 3. AH. Cep. 6uon. 2001. Ne3 :261 - 275.

Jlonamos I'. B. Mexanu3mbl pa3BUTHs 3a4aTKOB Ij1a3 B YMOPHOTreHe3e M03BOHOYHBIX.
N3n. AH CCCP. M. 1960. 224 c.

Jlomamos I'. B., Crpoesa O. I'. Pa3zBurue rnasa B cCe€Te 3KCHEPUMEHTAIbHBIX
uccnenosanuii. U3n. AH CCCP. M. 1963. 206 c.

CesepuoB A. H. DOpomonus NOpeaKkoB YENIOCTHBIX TO3BOHOYHBIX.// B KH.:
Mopdornoruueckue 3akoHOMepHOCTH 3BOMonmu. Cobp. cou. T. 5. U3n. AH
CCCP.M.  JI 1949. Crp. 90-117.

CrpoeBa O. I'. Mopdorenes u BpoxaeHHbIE aHOMAJIUH TJa3a MieKkonuTatomux// N3,

Hayxa. M. 1971. 242 c.

136



Ashery-Padan R., Gruss P. Pax6 lights-up the way for eye development// Current
Opinion in Cell Biology. 2001. 13:706-714.

Cohn M. K., Tickle C. Limbs: a model for pattern formation within the vertebrate
body plan// Trends Genet. 1996. 12:253-257.

Davidson E. Forelimb and hindlimb buds. // In: E. Davidson. Genomic regulatory
systems. Acad. Press. 2001:111- 115.

Gilbert S. The genetics of axis specification in Drosophila.// In: Developmental

biology. Seventh edition. Sinauer Associates, Inc., Sunderland. 2003: 263-303.

Khan P., Linkhart B., Simon H.-G. Different regulation of t-box genes tbx4 and tbx5
during limb development and limb regeneration.// Developmental

Biology. 2002. V.250:383-392.

Omi M., Anderson R., Muneoka K. Differential cell affinity and sorting of anterior
and posterior cells during outgrowth of recombinant avian limb buds// Devel

opmental Biology. 2002. V.250: 292-304.

Khan P., Linkhart B., Simon H.-G. Different regulation of t-box genes thx4 and thx5
during limb development and limb regeneration.// Developmental Biology.
2002. V.250:383-392.

Omi M., Anderson R., Muneoka K. Differential cell affinity and sorting of anterior
and posterior cells during outgrowth of recombinant avian limb buds// Devel

opmental Biology. 2002. V.250: 292-304.

Riddle R. D., Johnson R. L., Laufer E., Tabin C. Sonic hedgehog mediates the polari
zing activity of ZPA.// Cell. 1993. V.75:1401-1416.

137



I''TIABA 22. PETEHEPALIUSA

22.1. BBenenue: HCTOPUA OTKPBLITUA U OCHOBHBIC ITOHATHS

CriocoOHOCTh KMBOTHBIX BOCCTaHABIMBATh YTPadeHHbIE OpraHbl U3BECTHA M3/1aBHA.
Ona oTmeuanach B TpyJdax ApHUCTOTENs U APYTUX ApPeBHUX aBTOpoB. [Ipeamerom
HAY4YHOT'O UCCJIEIOBaHMsI CIIOCOOHOCTh K BOCCTAHOBJIEHUIO OPTaHOB M TKaHEH cTaja B
Hayane 18-ro cromerus, korma B 1712 romy 3ameuaTesbHbIN (paHIly3CKUI
ectectBoucnbiTatenb P. Peomiop (R. Reaumur, 1683 - 1757) onucan BoccTaHOBIEHHE
HOT Y PEYHOI'0 paka Mocje aMIyTallud U Ha3BaJl 3TO SIBJICHUE peceHepayueti (OT Jar.
regeneratio --- Bo3poxzeHue). bynyunm npedopmucrom, Peomiop mnosmaran, 4to
pereHepanysi KOHEYHOCTH HMPOUCXOAMT 3a CYET OCOOBIX PE3EPBHBIX 3a4aTKOB HOTHU
(puc. 22-1). [TockonbKy OH MOJy4yall MHOTOKPATHYIO pereHepaluio OJHON U TOH ke
KOHEYHOCTH Y OJHOW W TOW K€ OCOOHM, OH TpPHINET K BBIBOAY, YTO PE3EPBHBIX
3a4aTKOB HOTH JOJDKHO ObITh MHOro. OTrpOMHBIA pPE30HAHC BBI3BAIM PabOTHI
Onmectsmiero AKcnepuMeHtaTtopa mBednapma A. Tpambne (A.Trembley, 1744),
KOTOpbIe 00OHAPYKUIM UCKIIFOUUTEIBHO BBICOKYIO PEr€HEPAllMOHHYIO CIIOCOOHOCTh Y
MPECHOBOJAHOTO TOJHIA, HAa3BaHHOTO WM THAPOA B dYecTh MH(DUIECKOMH
MHOTOTOJIOBOI NiepHeWcKor Tuaphl, youtou ['epakinom. Pabotsr Peomropa, Tpambue,
a taxoke ucciaenoBanus IlI. bBonne (1745) Ha KOJIbYATHIX YEPBSIX, MOJUIIOCKAX M
TputoHax, u Cnamranuanu (1769) (pereHepauus HOI' M XBOCTa y TPUTOHOB M
TOJIOBACTHKOB JIATYIIEK) --- 3aJIOKHJIM MPOYHYIO OCHOBY JUIS HAYYHOH pa3pabOTKH

poOJIeMBbl pereHepanuy.

B neBsTHaaI[aTOM CTOJIETHH, KOTJIa KJIETOYHAS TEOPHs CO3/ajia HOBBIC OCHOBAHHUS
Owonoruu, mpodiieMa pereHepalnd BHOBb NPHBIICKIA K ceO¢ BHHUMAaHUE B CBS3H C

HUCCICJOBAaHUEM KJICTOYHBIX MEXaHU3MOB BOCCTaAaHOBHUTCIIBHBIX IIpOoLCCCOB.
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CyIecTBEeHHO paclIMpuiICs KpyT OOBEKTOB U SIBICHHUH, CBA3aHHBIX C pereHepanuei.
Oxka3zanoce, 4To pereHepanysi 3TO HE TOJBKO peaklysl Ha HAHECCHHYIO TpaBMY, HO
YTO OHA COCTABJISIET Ba)KHBIM AJIEMEHT MPOLIECCOB PENPOIYKIMU >KUBOTHBIX IIyTEM
Oecronoro pasMHoXXeHus1. Harmpumep, py MOnepeyHoM JIeIIeHUH YepBei

Ha/JiBO€ B cllydae apxumomuu 00€ 0Opa30BaBIIMECS YAaCTH BOCCTaHABIUBAIOT
HEJIOCTAIOLIEe YacTU nocae Oenenus. llpu napamomuu T1OCIEI0BATENIBLHOCTD
COOBITHII WHas: B 00JacTH, TJ€ JODKHO TPOM30HTH TONEPEYHOE AEJICHHE OCOO0H,
pacxXoXJeHUEe HOBBIX O0COOEH MPOUCXOIUT Tmocie (HOPMUPOBAHMS MX 3aTHUX U

MEPEAHUX CTPYKTYP.

HccnenoBanue KIETOYHBIX MEXAHHW3MOB pEreHepalyy IokKa3ano, YTO MMEeTcs JBa
OCHOBHBIX crmoco0a BOCCTAHOBJIGHHMS YyTpadeHHbIX dYacTeil. B onHom cnydae B
pesynbrare aeaud@epeHuanul WM MHTPAMA  OCOOBIX PE3ePBHBIX KIIETOK
obpa3zyercs HequdhepeHIMpOBaHHAS pecenepayuonnas oaacmema (0T rped. PAacTtdHg
--- POCTOK), KIJIETKH KOTOpOH mponudepupyroT U U3 KOTOPOH MO3JHEE CTPOUTCS
BOCCTaHaBJIMBaeMbIi opraH. Takoi TUN pereHepaly Ha3bIBaeTCs snumopgozom (Ot
rped. £l --- B CIIOXKHBIX CJIOBAaX O3Ha4YaeT MpUOaBICHHUE; LOPPMOIS --- 00pa3oBaHMeE).
Tepmun snumopgo3 coxpanun cBoe 3HAUEHHE M B Hallu AHU. B apyrom ciydae
BOCCTAHOBJICHHE YTpauyeHHOW (HOPMBI MPOUCXOAUT MYTEM MEPECTPOUKH OCTaBLIEHCS
gactu. Kak momaranm, oHa wuzaer 0e3 oOpa3oBaHUsi OnacTeMbl W HE HWMEET
nponudepatuBHoi ¢a3pl. HabmiogaBmmii BrepBble 3Ty (GOpMY pereHepanuu y
[Tnamapuit T. Mopran ( 1901) Ha3Bax 3TOT THI pereHepanuu mopgairakcucom (0T
rped. popor| --- Bud, popma; GAAGCO® --- nenath ApYyruM, W3MeHATh). [lo3nHee
0Ka3aJloch, YTO €ro HaOJIOJeHHUA He ObUIM BIOJHE TOYHBIMH. B Hacrosiiee Bpems
TepMUH Mopdaiakcuc Ui MopdaulakTUueckas pereHeparus HCHOJIb3yIOT B TeX
clly4asiX, KOTJja BOCCTAHOBJICHHE YTPAYCHHON YacCTH OCYIIECTBISETCS HE 3a CYET
o0pa3zoBaHUs 0c000M OJIaCTEMBI, a B pe3yJIbTaTe NMEePEMEIICHHUS KJIETOYHBIX Macc, KaKk

aTo nmpoucxoaut y Crpekatomux (Slack, 2003).

UccnenoBanusmu 19-ro u Hauana 20-ro cToneTuid Obllia OTKPBITA Qu3uoiocUyecKasl
pezeHepayus, B XOJ€ KOTOPOH TNPOUCXOAUT OOHOBJICHHE KJIETOYHOIO COCTaBa
MHOTHX TKaHed. J[leficTBuTenbHO, y OonbIIMHCTBA Metazoa KJIETOYHBIM COCTaB
MHOTMX (YHKIHOHUPYIOIUX IU(G(PEpEeHIMPOBAHHBIX TKaHEH HENpPepbIBHO WM

nepuoanuecku oOHoBiserca. Hapsny co cmamuueckumu TKaHSMH, TaKMMHM Kak
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HEpBHAs WJIM MBbIIIEYHAs!, I/I€ KIECTOYHOE OOHOBJICEHHE, €CIM U MPOUCXOIUT, TO B
MaJIO3aMETHBIX MacmTadax, IMUPOKO PACIIPOCTPaHEHBI 0OHOGIAWUecs TKAaHH. [l
OOHOBJISIIOIINUXCS TKaHEW, MPUMEPOM KOTOPBIX MOTYT CIYKUTh JIHICPMHUC WIH
KHAIICYHBIA SMUTEINH TI03BOHOYHBIX, XapaKTepHa ocolas OpraHM3anus TKaHU C
MIPOCTPAHCTBEHHBIM 000COOJECHUEM KaMOWAJIbHOW 30HBI, B KOTOPOW MPOUCXOIUT
pa3sMHOXKEHHUE KIETOK, 30HbI TuddepeHanuu u padoueil 30HbI, T€ U peaan3yercs
cneuupuveckas ¢GyHKuus TKaHW. KIIETKM HEKOTOPBIX TKaHEW WHOrIa MOTYT
BBINOJIHATH CBOKO (DYHKIIMIO M HE yTpauuBas CriocoOHOCTH K npoiudepamuu. Takue,
cmabuibHble, TKaHU, HAPUMEp, COCAMHUTENIbHAS TKaHb, HEKOTOPBIE KEJE3UCThHIC
TKaHH, HE WMEIOT 0co0oro kamOuWs, Tak Kak BCE WJIM TIOYTH BCE
muddepeHIpoBaHHbIC KJICTKH BPEMsl OT BPEMEHH MPEKPAIIAI0T CBOK (YHKIIMIO U
nensitest. Ilpu  (pu3MOIOTMYecKoil pereHepalvd Ha TEPBBIH IUTAH BBICTYHAIOT
TCHETHYECKHE porpamMMBbI MepMUHATbHOU oughghepenyuayuu yorce

KOMMUMUpPOBAHHbIX KIIENOK.

MoOXHO  BBIACTUTH JBa  O0S3aTENBHBIX  yCIOBHA  (DU3HOJIOTHYECKOM
pereneparun. [Ipexne Bcero, 3To --- Hamu4ure HeauddepeHIMPOBaHHBIX KIETOYHBIX
AIIEMEHTOB, KOTOpBIE IJMOO COXpaHSIOTCS B TKaHM B BUAe 0co0Oro pesepsa,
MIPEJICTaBICHHOTO CTBOJIOBBIMU (KaMOWANbHBIMH) KJIETKaMH, JIMOO BO3HUKAIOT B
pesynbrate Aeauddepennpanuy GyHKIMOHUPYIOMNX KIETOK, KaK 3TO MPOUCXOINT C
¢ubpobiiactaMu COCTUHUTENBHON TKaHM, BCTYMAIOUMMHM B LMK PENPOAYKIHUH.
JlpyruM HENpeMEeHHBIM YCIOBHEM (U3MOJOTHYECKOW pEereHepanuu SBISETCS
CIIOCOOHOCTh KJIETOK COXPaHSATh B AaKTHBHOM COCTOSIHUM WIH TEPHOANYECKU

aKTUBHPOBATH MPOTPAMMBbI T€HETUYECKOTO KOHTPOJISL KJIETOUHOU AudepeHraum.

K cepenune 20-ro Beka ObUTM OTKPBITHI MHOTHE BUIBI PETEHEPAIIHOHHBIX MPOLIECCOB.
Crajio 04eBHJHO, YTO MOHATHE peceHepayusi OObEUHIET MHOXKECTBO Pa3HOPOIHBIX
aBiieHud (puc. 22-2). Hanpumep, K 4uClly pereHEpallMOHHBIX SIBJIEHUI OTHOCSTCS
pa3HoOOpa3Hbie  2HOOMOpPEhO3bl,  TPOLECCHl, B  XOJ€  KOTOPBIX  OCTAaTOK
TPaBMHUPOBAHHOI'O OpraHa YBEJIMYMBAETCs B pa3Mepax 3a cyeT nponudepanuu u
M3MEHEHHS Pa3MepoB KIIETOK, 0€3 BOCCTAHOBIJICHUS, OHAKO, UCXOIHON OpraHU3alty.
W3BecTHBl cunepmopghosvr M cunomopghozvi, B cllydae KOTOpPBIX OpraH
BOCCTAHABJIUBACTCS --- COOTBETCTBEHHO --- B YBEJIMUYCHHOM WJIM YMEHBIIEHHOM

Macitabe. Onucanbl pa3HOOOpa3HbIE eemepomopdoswvl, KOraa BMECTO yTPauE€HHOTO
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OpraHa OJHOIO THIIA 0Opa3yeTcs OpraH Apyroro TUIa, B TOM YHCJIE€ TOMEO3HCHas

perenepanus (Kapicon, 1986; Kopotkosa, 1997).

B 20-oM croseTMu 3HAYUTENBHBIC YCHIWSA 3aTpauMBAINCh HA HCCICIOBAaHUE
(bakTOpOB, CTHUMYJHPYIOUIMX U TOPMO3SIIMX pPEreHepalMoHHbIe Ipolecchl. B
9aCTHOCTH, MPOBOJIWINCH HCCIIEOBAHUS BIUSHHS HEPBHOW CUCTEMBI, PE3yJIbTaThI
KOTOpPBIX ObUIM 00001IeHbI Helpompoguueckol meopueti (Singer, 1965), cormacHo
KOTOPO# B 00€CIIeYeHUH pereHepanuu KOHEYHOCTH aM(UOU BEIyIyI0 pOJIb UTPAET
HEepBHAas CHCTEMa XMBOTHOTO. B IIPOTHBOIOI0KHOCTS MEPBOHAYAIBHBIM B3TIIAaM O
pOJM CHUMIATHYECKOW HEpBHOM cucTeMbl 3MHIep IOKa3all, 4To sl pereHepanuu

SHAYCHUEC UMCCT YHCJIO HCPBHBIX BOJIOKOH, 4 HC UX KAYCCTBCHHAA XapPaKTCPUCTUKA.

B 1960-1970 rr. B uccieoBaHusIX pereHepaiiy Ha NepBbIi MJIaH BTN TPOOIEMbI
NO3WIMOHHOM WMH(POPMAlMK M TO3MLIMOHHOTO 3HAYCHMS KJIETOK M TKaHEeW,
3aHUMAIOIIUX PAa3HOE IMOJIOKEHHE B MPOCTPAHCTBE. BbuIM mpeanokeHsl HEKOTOpbIe

MOJICJIH, OITUCHIBAIOIIME MTPOIIECCH PeTeHepaly B 0000IeHHOM BUE (CM. TJ1. 18).

HoBblil 3Tan B uccienoBaHMAX pereHepauuu npuxoautcs Ha 1980-e roasl, korja
MOJICKYJISIpHasi OMOJIOTHSI OTKPBLJIa HOBBIE TOPU3OHTHI H3YyUeHHUS MOP(HOTreHETHIECKIX
nporeccoB. B pycie 3Tux uccienoBaHuii B HacTOsIEe BPpEMsl IPOBOJUTCS ONMUCAHUE
Y aHaJHM3 I€HOB, YYacCTBYIOUIMX B MpOLECCaX PEreHepaluy, a TaKXKe UX BO3MOXKHbIE
GyHKIMHA. AHaNMA3 TEHETHYECKUX MEXaHH3MOB MOP(OTCHETHYECKUX MPOIECCOB,
MPOUCXOJAIINX HPU pEreHepany, MPOBOAUTCA KaK B OMNbITaX MO TPaHC(HEKLUU
I€HOB, YTO I03BOJSET HU3YUYUTh IOCIEICTBUS '"CBEpX3KCIpeccuu" IeHOB, TaK U B
HKCIEPUMEHTAX, TJIe H30UPATEIHHO BBIKIIOYAETCS IKCIIPECCUSI CTPOTO OTIPEIEIICHHBIX
reHoB. Ilpu 3TOM BO3HHMKAaeT BO3MOKHOCTh CPABHUTEIBHOTO H3YUEHHsI CXOJHBIX
MOpP(GOTEeHETUYECKUX  MPOLECCOB MPH  pEereHepalud W [OpU  HOPMaJbHOM

AMOPHOHATIEHOM Pa3BUTHH.

N3ydyeHne pereHepai y MHOTOKJICTOYHBIX JKHBOTHBIX, IIPOBOJUBINEECS Ha
NPOTsDKEHUH OoJiee JIByX CTOJETHUH, OTKPBUIO OrPOMHOE pa3HOOOpazue THIIOB
BOCCTAHOBHUTEIIFHBIX ~ IPOIECCOB. IJTO pa3HOOOpasue, KaK CBUICTEIBCTBYET
COBpPEMEHHAsl JIUTEpaTypa, MOXHO KJIACCU(PHUIUPOBATH MO-Pa3HOMY, HCIOIb3Ys
pasznuunble kputepuu (Boponmosa, 1949; Kapncon, 1986; Koporkosa, 1997). B

JAaHHOM TJIaBe BOMPOC O KiacCU(pUKALMU SBJICHUM pereHepaiuy He paccMaTpUBaeTCs.
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MB1 BBIACHIMM U OXapakTEpPU3yeM JIMIIb T€ OCHOBHBIC THIIBI PEreHEpalUu Yy
KUBOTHBIX, KOTOPBIE PA3IMYAIOTCS HCTOYHUKOM KJIETOYHOI'0 MaTepuaia, UIyIlero Ha
BOCCTAHOBJICHHE yTpadeHHbIX 4acTeil. Cpeau ATHX THIIOB --- pereHeparus 3a cuer
HCMMOCPCACTBCHHOI'O MCITIOJIL30BAHHA UCTOYHUKOB, KOTOPBIC o0ecrieunBaOT TKAHEBOH
rOMEOCTa3 y HOPMaJbHBIX, HEMOBPEXKICHHBIX >KUBOTHBIX. JIpyroil Tum cBs3aH C
Y4acTHEM CTBOJIOBBIX PE3EPBHBIX KIETOK, KOTOpBIE OOpPa3yIOT pereHepanroHHYIO
OomacteMy --- cuUCTeMy Heau(pPEpeHIIMPOBAHHBIX KIETOK, CIIOCOOHYIO IpHU
HEKOTOPBIX YCJIOBHUAX BOCCO3[aTh yTpadeHHbIH opraH. Hakonem, TpeTwii Tun
pereHeparoHHbIX MPOLECCOB, KOTOPHI OyAeT pacCMOTpPEH B 3TOM IJaBe, CBA3aH C
dbopMHUpOBaHHEM pereHEepalMoOHHOW OylactemMbl 3a cyeT neauddepeHnmaum
CHEIMATM3UPOBAHHBIX TKaHeW. EcTecTBEHHO, BO3MOXXHBI U KOMOWHALIUU PAa3HBIX
croco0oB oOpa3oBaHusi Onactembl. [lepBblii M3 yKa3aHHBIX THIIOB IPEICTABIICH
MopdatakTHIeckoil pereHepanueit y Crpekaromux. BTopoit u Tpertuii THIBI

SIBIITFOTCS. PA3HOBUAHOCTSIMU MUMOP(PHON pereHepaInu.

22.2. Perenepanus y CTpexaromux

BonbmmHCTBO HccnenoBanuii mo perenepanuu y CTpeKkarolyX BhIMOJHEHO Ha THAPE.
Bricokas pereHepaiimoHHass COCOOHOCTh THUAPHI M clielu(prKa 3TOro IMpoiecca BO
MHOTOM OHIpEJeNseTcs OCOOCHHOCTIMU MOpP(O-(QyHKIMOHAIBHON OpraHU3aluu

KHUBOTHOTO.

Teno ruapel COCTOMT U3 ABYX JIMUCTKOB --- 3KTOAEPMAJIBHOIO M HHTOJEPMAJIBHOTIO,
pa3JeNIeHHbIX TOHKUM CJIOEM ME30TJIeH, MPEICTABISIONIed CO00i BHEKIECTOYHBIN
MaTtpukc. Bo BHEIIHEM SMUTEIUATIBHOM CJIO€ PACIOJIAraloTCd HHTEPCTUIHUAIIbHBIC
KIeTKU (i-KJIeTKH). DKTOAEPMANIbHBIN SIUTENUN, SHTOACPMANbHBIN SIUTEIUNA U
WHTEPCTUIMATIbHBIE KIIETKH MPECTABISIOT coboit TpU HE3aBHCHMBIE
CaMOTIOJIICP)KUBAIOIINECS ~ KJIETOYHBIE JIMHUM CO  CBOMMH  COOCTBEHHBIMH
CTBOJIOBBIMU KJIETKaMU. [lOMyIIsiiiysi TUHUM 1-KJIETOK COCTOUT U3 MYJIbTHUIIOTEHTHBIX
CTBOJIOBBIX KJIETOK M MX MPOU3BOJHBIX --- CTPEKAKOIIUX KJIETOK, WA HEMATOLHUTOB,
HEPBHBIX U MOJIOBBIX KIETOK. OCOOCHHOCTh OpraHU3aIUH THIPHI COCTOUT B TOM, YTO
KJIETOYHBI COCTaB €€ Tella TIOCTOSIHHO OOHOBIISCTCSA. OKTOAEpMalbHBIE U
SHTOJIEpPMAJILHBIC MHUTEINATBHBIC KICTKH JACNATCS B racTpaibHOM oOiactu Tena. M3
3TOU 00JIACTH AMHUTETUABHBIE KJIETKH B COCTaBE IUIACTOB ABMXKYTCS B allUKAILHOM U

0a3abHOM HaIllpaBJICHUAX, JOCTUTasA, COOTBETCTBCHHO, 001aCTH TOJIOBBI U IOJOIIIBBI
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(puc. 22-3). IIpu [oCTHXEHUH YPOBHS LIyNajel WK MOIOIIBBI KJIETKH MPEKPAIIaoT
nenuthbes, AuddepeHnIupyoTcs U, mocie ruoenu, STuMuHupytores. [IpupocT uncna
KJIETOK B SMUTEIHAIBHBIX IUIACTaX KOMIIEHCUPYETCs ABYyMs crioco0amu. Bo-nepBbix,
muddepeHIpOBaHHbBIE KIETKH TOrH0aroT, a, BO-BTOPBIX, HW30BITOK KJIETOK
MIOCTOSIHHO PACXOAyeTcsl Ha 00pa3oBaHUE HOBBIX 0coOel B 30He MoukoBaHuA. IIpu
paspe3aHuu TUApPHl Bce 00JacTH Tena 3a HUCKIIOUEHHEM TU(QepeHIIMPOBAHHBIX
o0yacTeil, T.e. 3a UCKIIOUEHHEM MIyIayel ¥ IOJIOIIBEI, BCET/Ia UMEIOT CTBOJIOBEHIC

KJICTKHU BCEX TPEX KIICTOUHBIX HHHHI}'I, O6€CH6‘II/IBaIOIJ_II/IX peFeHepaL{I/IOHHHﬁ mnmpounecc.

[Tonnepxanue cTtabuabHONM (OPMBI  KMBOTHOIO B  YCJOBUSAX IIOCTOSSHHOT'O
OOHOBJICHHSI KJIETOYHOTO COCTaBa M JIBIKCHHS SIUTEIHAIBHBIX IUIACTOB, TIO-
BUIMMOMY, OCYIIECTBISETCS C TOMOIIbI0 OCOOBIX CHUTHAIBHBIX MENTUAO0B. B
HacTosIee BpeMmsl CcekBeHHpoBaHo Oojee 300 menTuaoB. DKCIEPUMEHTATHHBIN
aHamM3 (QYHKOWH STUX TENTUAOB IOKa3al, 4TO M3 52 HCCIEIOBAHHBIX IENTHIIOB
IIPUMEPHO MOJIOBHHA OKa3aiach HEUPONENTUIAMHU, a TIOJOBUHA --- SIUTEIUATLHBIMU
nentugamu. Iupoko W3BeCTHBI NENTUIBI --- AKTHBATOPHl U UHTMOUTOPHI TOJIOBHI, a
TaKXX€ AKTUBAaTOpPbl U WHTUOUTOPBl HOTH. OTH CUTHAIBHBIE MOJIEKYJIbI SIBJISIOTCS
MopdoreHamu, T. €. 00pa3yroT IpaAUEHThl KOHLEHTPAIM BAOIb OCU Teja, CO3/1aBast
MO3UIMOHHYI0 HMH(OpPMAINI0, HEOOXOIUMYIO ISl CIEHU(HUKAIMA KIETOK W WX
JanpHemen nuddepeHanuy B KIETKM THIIOCTOMA, ILIyNajell WIA IOJOLIBBL
JleneHue Ha HeHpanbHble W SIUTEIHAIbHBIC TMENTHIBI, BO3MOXHO, HE SBISETCS
ctporuM. Bo BcsikoMm ciydae, aktuBaTop rosioBbl, mentug HA (Head activator),
cocrosaumii u3 11 amuuokucinotHeix ocratkoB (pEPPGGSKYILF), B Hopme
NPOAYLHPYETCS HEPBHBIMU KIETKAMH, a MPH UX YJAJIECHHH --- SIUTEITHATLHBIMU.
AxktuBatop TronoBel HA ycunuBaer mposudepanuio  KIETOK, HHAYLHUPYET
muddepeHIUa0  HEPBHBIX  DJIEMEHTOB W MHHULUUPYET  CIEeUUu(pUUECKYIO

i pepeHIrauio TOTOBBI.

IIpu pereHepanyu rurnocromMa co IlyHajJbllaMHM B IE€PBBIE Yachl MOCIE aMITyTallUU
MIPOUCXOIUT COMMKEHHE KpaeB ractpoaepmbl. [1o oOpa3zoBaBiueiicsi HOBEPXHOCTH
HapacTaeT 3MUIEPMaTIbHbIE CJIOM, U MOCIIe BOCCTAHOBJICHUS IBYXCIOMHON CTPYKTYpPbI
MEXIY OSKTOJIEPMOM U S3HTOJEpPMOM BoccTaHaBiuBaeTcst Mesories. Kakoi-nubo
O6macteMbl B oOnacTH paHbl He oOpasyercsa. Cmycts 1,5 - 2 CyTOK HauMHaeTCA

BOCCTAHOBJICHUC MIyIIAJICII. Hammaue TPEX THUIIOB CTBOJIOBBIX KIJICTOK, 3a CUCT
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KOTOPBIX IPOUCXOAUT BOCCTAHOBJIEHUE Tejda THUIPBl M HEKOTOPBIX TUIAPOUIOB
IIPOJEMOHCTPUPOBAHO B OMNbITaX Ha JHCCOLMMPOBAHHBIX JKMBOTHBIX. Heckomabko
JECSITKOB THUApP IUCCOLMMPOBAIN HA OTHENbHbIE KIETKU. KIleTOuHyr0 CyCIeH3HI0
HEHTPUPYTHPOBATIM W TIOJIyYalH CTyCTOK, B KOTOPOM MPOHMCXOJMJIA COPTHPOBKA

PAa3HBIX TUIIOB KJICTOK, 3a CUCT KOTOPBEIX BOCCTAHABJIMBAJIOCH TCJIO )KUBOTHOTO.

[Ipn ynanenuu TOJNOBBI M 0a3albHOTO OTHAENA y THUAPBI  MPOUCXOTUT
JBYHAIpPaBJICHHAs] pPEreHepalnus C COXPAaHEHUEM MPEKHEH MOJSIPHOCTH, 4YTO
OOBSICHSIETCSI PAa3HOCTHIO KOHLEHTPALMK MOP(OreHoB TOJOBBl U TMOAOMIBHI B
obnacTax ammyTanuu. HackolbKO MOXHO CYAWTh IO JaHHBIM JKCIEPUMEHTOB,
MOp(OreHsl NpeAoNpeneistoT SKCIPECCHUI0 TE€HOB, KOHTPOJIMPYIOIMIMX MPOIECCHI
nuddepeHnranuy TooBbl U noaomBbl. Ha paHHUX cTagusx pereHepanuu ToJoBhI B
SHTOCPMATIBHBIX KJIETKAaX anuKaJbHOW o00JacTu sKkcmpeccupyercs reH Heady,
nponaykt koroporo nentug HEADY saBnsercs MHAYKTOpPOM anMKalbHOM CYIbOBI.
Oo6pabotka rtuap cunretndeckum mnentugoMm HEADY Bei3siBaeTr o0Opa3oBaHue
JOTIOJTHUTENBHBIX TOJNIOB. B oOpazoBanmm mynanen y Hydra magnipapillata
NpUHUMAET y4yactue reH Hym-301, KOTOpbIA 3KCIPECCUPYETCS] B AKTOAEPMaIbHBIX
SMUTENUANTBbHBIX KJIETKaX TOJNIOBHOW oOnactu. ['OMONOTWYHBIE TEeHBl OBLIN

OOHapy>KeHBI U Y IPYTHX BUIOB TUAPHL.

[Ipomecc pereHepanuu TOMOMIBEI pucyeTcs cieayromuMm obpasom (Fushjisawa,
2003). Tlocne ammyTamuu Bo3HuKaeT "curHan TpeBoru'. Ilpenmonaraercs, 4to 310
MOXET OBITh M3MEHUBIIMHCA COCTaB HWOHOB, KOTOPBIH BBI3BIBACT CEKPELUIO
MopdorenoB Hym-323 u pedibin/Hym-346 B okpyxatouryto cpemy (puc.22-4).
[TokazaHo, 4TO 3T MOPQOTeHBl YCUTUBAIOT PETEHEPALIMIO MOIOIIBBI, HE 3aTparuBas
NpOIU(PEPaTUBHYI0 aKTUBHOCTb JIUTENUANbHBIX KieTok. [Ipenmosaraercs, 4to
Mopdorensl Hym-346 u pedibin B3auMoIeHCTBYIOT CO CIIEIIMAIBHBIMU PELIETITOPAMHU
U, C IOMOIIbIO CUCTEM NPOBEACHUS CUTHAJIOB, BKIIIOUAIOT IKCIPECCHUI0 HEKOTOPBIX
TPAHCKPHUIIIMOHHBIX (PakTopoB, B TOM uucie reHaCnNK2. CunHrte3upyemsbie
TPAHCKPUIILIMOHHBIE (AKTOPHl AKTUBUPYIOT CIEAYIOIIYI0 CTYNEHb Kackada, B
pe3yapTaTe 4Yero BKIIOYAIOTCS HOBble TeHbl (Farml), KOTOpblE YCHJIMBAIOT
NepBUYHbIN curHan. VHTepcTulManbHble KIETKH NpPU pEereHepalud, Kak U Ipu

HOPMaJIbHOM PA3BUTHHU, JAOT HAYAJIO HEMATOLIUTAM, HCPBHBIM U ITOJIOBBIM KJICTKAM.
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HccnenoBanus mocienHuX JieT Moka3anu, 4yTo CTpekarolue MMET MHOIME T'eHBI,
KOTOpBIE KOHTPOJHUPYIOT Pa3BUTHE U Yy APYTUX KUBOTHBIX. Y THUIAPHI OOHAPY>KEHbI
reHbl, oOecneunBaromue Wnt curHamuar. OHM  BKIIOYAIOTCS TOTYacC TMOCTeE
aMIyTallid Ha BEpUIMHE pereHepara, CBUICTEIbCTBYS, 4TOo Wnt TaKKe MOXKET

CIIYKUTHb aKTUBATOPOM I'OJIOBEI.

22.3. Perenepanus y Ilinanapmuii.

[IpyHIMIIHATBEHO HHOM MEXaHU3M pereHepanuu onucad y [limanapuil, KOTopble, Kak U
Crpekaroliie, SABISIOTCS MOAEIBHBIM OOBEKTOM JJISI U3yUEHHs] BOCCTAHOBUTEIbHBIX
npoueccoB. Y Ilnanapuii TakkKe MMEETCS [ABYHAIPABICHHAs pereHepanus,
obecriedyeHne KOTOPOW TPOMUCXOAMT HAa OCHOBE NPUCYLIEH ATUM JKUBOTHBIM
no3unnoHHoM uHpopmaruu. CymniecTBeHHOe oTianuyue perenepauuu y [lnanapuii ot
Crpekaroux COCTOUT B TOM, YTO Y HUX UMEETCS] €IUHBIA KJIETOYHBIH UCTOYHHK, 32
CUET KOTOpPOro IPOUCXOJUT BOCCTAHOBJIIEHHUE BCEX WM MOYTHU BCEX YTpPaueHHBIX
CTpYKTYyp. TakumM MCTOYHHKOM CIIy>KaT CTBOJIOBBIE KJIETKH --- HeoO1acmul,
OTHOCHUTENIFHO HEOOJbIINe 0a30(MiIbHbIE KIETKH, HE YTPAaTHBIINE CIOCOOHOCTH K
MUTOTHUECKUM  jAeneHusM. [locme ammyTanum Kycodyka Tejla  HEOOJAcThl
HAKaIUIMBAIOTCSl TIOJ] PAHEBBIM SIUTEIHEM, CO37aBas OCHOBY Ui SMUMOPQHOI
pereHepanuy. Posnp HeoOmacToB B 3muMOpQo3€ JEMOHCTPUPYETCS OIBITAMM, I/€
IUTaHApUH TOJBEprajy PEeHTTEHOBCKOMY OOIYYEHHIO B 033X, KOTOpbIE MOJABIISET
perenepanmio (puc.22-3). Ecau y o0mydeHHOH milaHapuM BbIpe3aTh KyCOYEK Tela,
pereHeparys He nporucxoauT. HeoOmy4eHHble IIaHapuu AUCCOLMUPOBAIIN Ha KJIETKU
U TIONy4YaJId OYHMIICHHBIE CYCHEeH3MH TU((PEPEHIIMPOBAHHBIX KIETOK M HEOOJIacTOB.
Tpancmantanust He001aCTOB OT HEOOJYYEeHHOW IIJIaHAPUH CIOCOOCTBOBajA
OBICTPOMY  BOCCTAHOBJIEHHMIO HOPMAJbHOM CTPYKTYphl Tella ONEpUPOBAHHOMN
obnyuenHoi 1uiaHapuu. CycneH3ust HeoOIy4eHHBIX TU(PEpEeHIIMPOBAHHBIX KIIETOK
CIOCOOHOCTBIO  BOCCTAHOBUTH PETCHEPALMOHHYIO MOTEHIMIO JKHBOTHOI'O HE

oOiazana.

ITpu perenepauuu a3 y Ilnanapuii y4acTBYIOT Te€HBI pax6 W sine oculis (nat. ---
"6e3 rnaz"), rOMOJIOTMYHBIE STUM K€ TI€HaM I103BOHOYHBIX, KOTOpbIE TaKXKe

KOHTPOJIMPYIOT pa3BUTHE TJ1a3.
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22.4. PereHepanusi KOHEYHOCTH MO3BOHOYHBIX

Cpenu ampubmii BEICOKOI pEereHepaloHHO  CMOCOOHOCThIO  00JaAaroT
XBOCTaTHIE --- TPUTOHBI M aKCOJIOTIIH, CTABIIUMH MOJICTHHBIMHA O0BEKTaMH OHOJIOTUN
pasBuTus. B mocnemHMe AECATHIETHS pPEreHepaluio C YCHEXOM HCCIEOYIOT U Y

rOJIOBACTUKOB JIATYIIKU Xenopus.

Knaccuyeckoit Moaenbio 3nuMophHON pereHepannu MOXET CIY>KUTh pereHeparus
KOHEYHOCTH TPUTOHA. B 3TOM mpoluecce pa3indaroT KOPOTKYIO 0eCmpyKmueHylo W
JUTALYIOCS IPUMEPHO TPU HeAeTH Koncmpykmusnyio (asbl. B Teuenue nepBoii (asbl
IIPOMCXOAMUT pacmaj NOBPEKICHHBIX TKaHeW. Pa3pymenne TkaHel COIPOBOKIAETCS
BOCHAJIMUTEIBHBIMYA SIBJICHUAMU. Bropas ¢as3a cBsizaHa ¢ snuTenusanueil paHsl,

oOpazoBanueM u quddepeHnnanueil pereHepanoOHHON OJIaCTEMBI.

[TepBBIM STamoM pereHepanuy KOHEYHOCTH SIBISIETCS 3adicusieHue panvl. B
3TO BpeMsI IPOUCXOAMUT COKpAIIEHHE MBIIIECYHON TKaHU OCTaTKa OpraHa U OCTaHOBKa
KpoBOTeueHHs. Bciien 3a STUM HauumHAeTCs onumenuzayus paHbl, KOTOpas
OCYIIECTBIISIETCS] B PE3YJIbTaTE MUTPAIIUH PE3EPBHBIX CTBOJIOBBIX KIIETOK 0a3abHBIX
CIIOEB SMHUAECPMHCA M3 HEMOBPEXKACHHOH o0nacTu K LEHTpYy paHbl. [IpakTudecku
OJHOBPEMEHHO C O3TUM MPOUCXOAUT PA3BUTHE BOCHAJIUTEIBHOIO Ipolecca:
HaOII0IaeTCsl OTEK, BBICEJIICHHE MakpodaroB W (aronuro3 HEKPOTHUECKHX Macc.
Crenyromuil 3Tan MOXXHO Ha3BaTh 3TanoM deduggepenyuayuu. K 3T0My BpeMeHH
pereHepupyIoNIe HEPBHBIC BOJOKHA IOAPACTAIOT MOJ AMHIECPMHUC, 3aKPBIBAIOIIHIA
MOBEPXHOCTh paHbl. DNHUJIEPMHUC aKTUBUPYETCS, CTAHOBUTCS CTOJIOYATHIM U 00pa3yeT
anuKalbHYI0 snuaepManbHyo manodky (ADII), Haimuume KOTOpOl upe3BbIUANHO
BOXHO JUISI  YCHEIIHOW  pereHepanuud  KoHEYHOCTH. CTBOJOBBIE  KIIETKH
Me30JepMajbHBIX MPOU3BOJHBIX 00pa3yloTcs 3a cueT neAuddepeHnnanun Xpsiia,
MBIIII, ¥ COCAMHUTEIHHONW TKaHU. B pesynbraTe neauddepeHnnanuu oOpa3yrTcs
ME3EHXUMOIIOAO0HBIE AJIEMEHTHI, JHUIICHHbIX KakuX Obl TO HH OBUIO uepT
CHelHanu3aliui. ITH KIETKA Tponu(epupyroT U CpaBHUTEIBHO OBICTPO 00pa3yioT B
JTUCTATLHOW aMITy THPOBAaHHOW KOHEUHOCTH peceHepayuonuyto oiacmemy (puc.22-4).
OOpazoBaHue pereHepalMoOHHON OJacTeMbl --- HENpPEMEHHOE YCIOBUE Hauaia
MOp(OTeHETHYECKUX MPOIIECCOB, CBI3aHHBIX C (POPMHUPOBAHUEM yTpPaue€HHON YacTH
KoHeuHocTH. Ha 3aBepmiaromieM sTare pereHepanuu MpoUCXOIuT ouggepenyuayus

6JZClCI’I’l€Mbl, KOTOpas 06pa3yeT XpﬂH.ICBOfI CKCJICT, MbBINICYHBIC JJICMCHTBI H
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COCAMHUTENIbHYIO TKaHb perenepara. OTHOBPEMEHHO ¢ MOP(OreHE30M MPOUCXOIUT U
pPOCT KOHEUHOCTH, Onarofaps KOTOPOMY Y MHOTHX BHJOB pereHepar JOCTUTaeT

pasMepoB HOpMaHBHOﬁ KOHCYHOCTH.

AnMKaJIbHAas IKTOAepMAIbHAs IIANOYKA. [Tocne 3axkuBiEHUS paHbl Ha
JUCTAIbHOM KOHLIE pereHepara S3MUJIEPMHUC YTOJIIAETcs, o0pas3ysl aluKaJbHYIO
HKTOJAEPMAIbHYIO IIAMOYKy, MOP(OIOrHYecKM U (PYHKLIMOHAIbHBIM SKBHUBAJIECHT
anMKaIbHOTO 3KTOAEPMAIBHOrO TpelHS 3ayaTka KOHEYHOCTH 3apojslma. Y
akconorist ADII coyXUT MecToMm, TIe CHHTE3UpPYIOTcS (udpodIacTHuecKue
¢daxktopsl pocta FGF-1 u FGF-2, kotopble, moanepxuBaioT MNpoiaudepaTuBHYyIO
aKTUBHOCTh B (opMupylolieics Moja SHUTETUeM PEereHepalnoHHON Ojacteme.
JIeWCTBUTENBHO, YJAJIEHUE SMUACPMAIBHOIO YTONIIEHHUS IOJAABIseT 0Opa3oBaHUE
OnmacteMbl, Torga kak oOpaboTka koHeuHocTel, aumeHHbIX ADII, ykazaHHBIMU
(bakTopamMu pocTa BOCCTAaHABIMBAET MUTOTHYECKYIO aKTHBHOCTH B Onacteme. Takxke
KaK B MOYKE KOHEYHOCTH aMHHOT, B OyactemMe pereHeparta aMmpuOUil CHHTE3UPYETCS
FGF-10, nox Baustauem kotoporo B ADIII aktuBupyercs ren Fgf-8. @axropsr FGF-
10 u FGF-8 sBusitoTcsl KIHOYEBBIMU CHUTHAJIBHBIMH MOJIEKYJIaMU IPU pereHepanuu

3aJHell KOHEUHOCTH T'OJI0BAaCTUKA KceHonyca.

B anwkanpHOW SnuaepMalibHON INANOYKEe 3Kcrpeccupyercs reH Dix-3, romosor
npo3odumHOro TeHa Distal-less. Tlo-BuaumoMy, skcripeccust Dix-3 moaaepKuBaeTcs
dakTopom pocta ¢ubpoodmacroB FGF-2, mocraBmsiemMbiM B IUCTalbHYIO 00JacTh
pereHepaTa TakKe U C IMOMOIIBIO MTPOHUKAIOIINX B PEreHepaT HEPBHBIX OTPOCTKOB.
Bo BcakoMm ciyuae, B OTCYTCTBUM MHHEpBaLMU 3Kcnpeccust Dix-3 He HaOmoaaercs.
Ecnu xe B neHepBUpOBaHHBIE KOHEYHOCTH UHBEIMpoBaTh FGF-2, sxcnpeccust Dix-3

BOCCTaHABJIUBACTCA.

Perenepanuonnas 6;1acrema. OOpasoBaHue peceHepayuonHol Oracmemsl TIO
MpaBy paccMaTpuUBaeTcs Kak KIr4eBoi 3tar snuMopdosza. OT Toro, odpasyercs uin
HET pereHepaluoHHas 0acTeMa, HampsSMYI0 3aBUCHT pEreHepalioHHasi CHOCOOHOCTh
oprana. M3BecTHBI /1Ba HCTOYHUKA (OpMUpOBaHUs Omactembl. OJUH U3 HUX CBS3aH C
norepel yept crnennanuzanuu 1uddepeHIMPOBaHHBIX TKaHEH U C BOCCTAHOBICHUEM
npoauQepaTUBHON aKTUBHOCTH WX KIETOK. [Ipyroil MCTOYHUK KIETOK OJacTeMbl
MPEACTABICH PE3EPBHBIMU KIETKAMH, a WMEHHO, MBIIICYHBIMUA OIHOSACPHBIMU

caTCJUINTaMH, KOTOPBIC BXOAAT B COCTAB pereHepauHOHHoﬁ 01aCTEMBEL.
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dopMupoBaHUE pereHepalMoOHHONW OnacTeMbl 3a cyeT aenuddepeHIranud TKaHeH
ocTaTKa oOpraHa HMeEeT JIOKaJbHBIH Xapaktep. CBHUAETEILCTBOM JTOTO CITYXKUT
oOpa3oBaHKe OJacTeMbl B PEreHEPUPYIOIIECH KOHEYHOCTH KUBOTHBIX, TTOJIBEPTHY THIX
00IIeMy PEHTI€HOBCKOMY OOJYYEHHIO B J103aX, KOTOPBIE MOJABISIIOT CIIOCOOHOCTH K
nposmpepaniu W pereHepanuu. Ecim 3amuTHTE OT OONYyYEeHHUS Y3KYIO 30HY
KOHEYHOCTH IIUPUHOU Bcero 1 --- 2 MM U aMITyTHPOBaTh KOHEYHOCTHh B IJIOCKOCTH
9TOW 30HBI, TO PEreHepanus MPOUCXOANUT. ECIH TIOCKOCTh aMITyTallui POXOIUT B

He3al[UIIeHHON OT o6nyquI/1;1 30HC, BOCCTAHOBJICHHC KOHCYHOCTHU HC Ha6J'IIOI[aeTC$I.

B ombITax mo mepecaake KOXU M XpsIia, B3SATHIX OT TPUIUIOUIHBIX JTOHOPOB,
Ha aMITyTUPOBAHHBIC KOHCUHOCTU JUILTIOMAHBIX )KUBOTHBIX, ObLIa IMPOBCACHA OILICHKA
OTHOCHUTEIIFHOTO BKJaJa pa3IMYHbIX TKaHEH KOHEYHOCTH B 0Opa3oBaHHE
pereHepanronHou 6mactembl. OKa3aI0Ch, 9YTO STOT BKJIAJ aJIeKO HE OJIMHAKOB. Tak,
(buOpoOIACTB MEepPECaKEHHOW TPUIIOUTHOW KOXM namu 43% KJIeTok OJacTeMmsl,
TOTJa KaK KIETKH Xpsma Bcero 2%. XoTs WHANBUAyaIbHbIE KIETKA OJacTeMbl
OGH&I[&IOT, no-BUANMOMY, CHOCOGHOCTBIO K TpaHCACTCPpMUHAIIUU, TCM HC MCHCC, B

1IEJIOM, CyIb0a KJIETOK 0JIacTeMbl TIPEIOIIPEACIICHa UX TTPOUCXOXKICHUEM.

beimo Ob1  ommOKo¥W paccMmarpuBaTh (HOPMUPOBAHHE pPETCHEPAIMOHHOMN
O6macTeMbl MPOCTO KaK HaKOIUIEHHE Macchl HeauddepeHInpoBaHHBIX —KIIETOK,
KOTOpOE CO371aeT TPEANOCHUIKH BOCCTAaHOBHTEIBHOTO Iporecca. B xome cBoero
00pa3oBaHUsl peceHepayuoHHas Oracmema npuodopemaem Cce0UCMEA YEIOCMHOU
cucmemvl, 8 KOMOpPOU umeemcsi uHgopmayus ob obwem niawe u NOAAPHOCMU
8oCCManasIu8aemou CMPYKmypbl. bnacrema NPEeICTaBIISECT coboi
CAMOOP2aHU3VIOWyIocs — cucmemy, B KOTOpPOH €CTb Bce HEOOXOAMMOe st
BOCCTAHOBJICHHS YTPAUCHHBIX CTPYKTYp. B ombITax mo KyJIbTHBHPOBaHHIO OIaCTEMBI
in vitro, MpyM TpaHCIUTAHTAIMK OJIACTEMBI U3 pereHepaTa KOHEYHOCTH B MHBIE 00JIACTH
TeNa, B ONBITaX 10 3aMEeHE OJIaCTeMBbI NepeHel KOHEYHOCTH OJIacTeMOi 3a1Hei u B
APYTHX --- pPa3BUTHE STOH CHUCTEMBI BCErJa IMPOHCXOAUT B COOTBETCTBUH C €€
npoucxoXaeHueM. bracrema 3amHell KOHEYHOCTH Bcerja oOpasyeT CTPYKTYpHI,
TUMWYHBIE JJIs 3aJIHeH KOHEYHOCTH. PereHepannonHas OyacteMa KOHEUHOCTH JICBOU
CTOPOHBI NPU TPAHCIUTAHTALMK Ha MPaBYIO CTOPOHY Tena OylIeT pa3BHBATBHCS Kak

JI€Basg KOHCYHOCTb U T. 1.
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B Onacreme 4YeTko AeTEpMUHHpPOBaHA NMPOKCHMANbHAs I'paHHUIAa pereHepara. Ecmu
OmacTeMy OJIHOTO pereHepara TPAHCIUIAaHTUPOBAaTh B JPYryl0 KOHEYHOCTD,
aMIyTUPOBaHHYI0O Ha Ooliee AUCTATbHOM YPOBHE CPaBHUTEIBHO C TEPBOHM, TO
pereHepupyeT CI0KHAsi KOHEYHOCTh, B KOTOPOU BCJIE 33 NUCTAIBHBIMU 3JIEMEHTAMHU
CKeJeTa OCTaTKa OpraHa IOBTOPSIIOTCS BCE 4YacTH CKeJeTa, KOTOphle ObUIH
aMITyTHPOBaHbI y JIoHOpa OiacteMsl (puc.22-5). TpancmiaHTUpoBaHHas O6jJacTema He
TEpSET NETEPMUHALNK CBOEH MPOKCUMAIBHON rpaHulibl. [JaHHBIE O TOM, YTO KJIETKH
OIacTEeMBbl COXPAHSAIOT «IaMsTh» 00 YPOBHE IUIOCKOCTH aMITyTalluH, JIETJIK B OCHOBY

rkonyenyuu nozuyuonrnou namamu (Carlson, 1983).

IMo3uumonHass mNaMsATh W MO3MIMOHHbIE 3HauveHusi. Hocurensmu
MO3UIIMOHHON NaMsATH ciryxaT ¢pubpodnacTsl nepmbl. KocTHas niu xpsiieBast TKaHHU,
paBHO Kak M SMUIAEPMUC, TaKUMHU CBOWMcTBaMH He oOianator. Hampumep, ecnu
MOBEPHYTH KOCTh B OCTaTKe oprana Ha 180°, mosspHOCTE pereHepara He M3MEHHTCS.
He wusmenuTcs oHa W B TOM cllydae, €Clid SMHUIEPMHC DEreHepara 3aMEHUTh
SMUJAEPMUCOM XBOCTA, TOTJA KAaK aHAJIOTWYHAs Tepecaika JepMbl PE3KO
BHJIOM3MEHUT PETeHEPAIIMOHHBIN ITpoliecc. B ombITax ¢ mepecaakoil HeoOy4eHHON
KOXH (JE€pMBI BMECTE C SMUIECPMHCOM) Ha OOJYYCHHYIO KOHEYHOCTh C IIENIBIO
BOCCTAHOBJICHHSI YTPayeHHOW pPEreHEepallMOHHON CIIOCOOHOCTH BBISICHUIIOCH, YTO
HeoOydeHHbie (GubpodnacTel  aenuddepeHUpyOTcss U o0pa3ylT OiacteMy.
Opnako 3Ta Gractema He o0jazana COCOOHOCTHIO K MBIIIEYHOH nuddepeHanmu,
XOTS W BOCCTaHABJIMBAJIA HOPMAJBHBIA CKeJeT. B 3THX OJKCIepUMEHTax C
TpaHCIUIaHTAIMe HEOoOJyYeHHOW KOXKHM OOHApYXWJIOCH €Ile OJHO YpPE3BbIYAHO
UHTEpEeCcHOE 00CTOATEeNhCTBO. OKa3anoch, YTO JAJS MHUILMAIUN PETeHEpAIlud BajKHO
Hanmuue (HUOPOOIACTOB W3 PA3HBIX YYaCTKOB KOXKH, PACIIOJIOKCHHBIX B Pa3HBIX
MeCTaX OTHOCHUTENIBHO MPOKCUMOJIUCTATBHON OCH KOHEYHOCTH. Takum o0paszoMm,
¢ubpobIacTel W3 pa3HBIX YYaCTKOB KOHEYHOCTH WMEIOT KaKhe-TO, TOKa
HEU3BECTHbIe, (YHKIMOHAIbHbIE pa3znuuusd. CyliecTBOBaHHE TaKUX pPa3IUYUil y
KJIETOK M3 Pa3HBIX 00JacTeil OIHOI U TOH K€ TKaHW JAeT MOBOJ FOBOPHUTH O PAa3HBIX
NO3UYUOHHBIX 3HAYEeHUsIX KIEeTOK. IIpu B3aMMOJCHCTBUM KIIETOK, MMCIOIIMX Pa3HOE
MO3UIIMOHHOE 3HAUY€HHE, BO3HUKAET CBOETr0 poja KOH(MPOHTAIUS KIETOK, BEAyIas K
BO300OHOBJICHUIO TPOH(EpaTUBHON AKTMBHOCTH W BOCCTAHOBJIICHHIO BCETO psaa
MO3UIIMOHHBIX 3HAYCHHM, XapaKTEPHOTO JIJIs HEIOBPESKICHHBIX TKAHEW OpraHa.

IlossBneHue pa3pbiBa B IIOCIICAOBATCIBHOM pPAAY MNO3UIIMOHHBIX 3HAYCHUH
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CIly>)KHT HEOOXOJMMOW TPEANOChUIKON pereHepanmu. Ecim cucrtema crnocoOHa
OTBETUTH HA 3TOT DPA3PbIB BOCCTAHOBJICHHWEM MATTEPHA ITO3MLUOHHBIX 3HAYCHMM,
XapaKTepHOTO Ul pa3BUBAIOLICHCS KOHEUHOCTH, TO OHA CIIOCOOHA M BOCCTAHOBUTh

COOTBETCTBYIOILYIO CTPYKTYDY.

MornekymnsipHas pupoa (pakTopoB, CO3TAIONINX IMO3UITMOHHBIC 3HAYCHHS, HE
packphiTa, XOTA €CThb BECKHE OCHOBAaHHUS CYHUTATh, YTO MO3MLIMOHHBIE 3HAYECHHUS
KJIETOK MOTYT OBbITH CBSI3aHBI C MOJICKYJIaMH KJIETOYHOW anare3uu (cM. rmasy 19).
VYcTaHOBIIEHO, HampuMmep, 4YTO KJIETKM KOHEYHOCTHM XBOCTAaTbIX am¢uoOui,
3aHUMAOIME pa3Hble TMO3UIHMHM BAOJb HNPOKCUMOAMCTAIBHOM oOCH, 00Ja1aloT
pa3NUYHBIMM  aATe3UBHBIMU  CBOWcTBaMH. Eciam y pasHeIXx ocobell TpuTOHA
aMITyTHPOBATh nepeoHiol0 KOHEYHOCTb Ha pa3HbIX YPOBHSX, HAIpUMEp, Ha yPOBHE
3aICThsl, TMPEAIIeYbs W IUIeYa, TO BO3HUKAIOT pEreHEepalMOHHbIE OJacTeMBl,
COCTOSIIINE W3 KJIETOK C Pa3HbIMM MO3ULIMOHHBIMM 3HAUYEHUSMHU. DTOT MaTepuall
NepecaknBaIM Ha KyJbTIO 3a0Heli KOHEUHOCTH, Nepepe3aHHON Ha YPOBHE CEepeIUuHbI
6enpa (puc.22-6). M3 Gmactembl 00IacTH Iuieda pereHepaT pa3BUBAJICS HAa YPOBHE
cepenunbl Oeapa. biacrema npenmiedns GopMupoBasia pereHepar B 00JacTH TOJICHHU.
Perenepatsl, KoTopble (POPMUPOBANUCH MTPHU TPAHCIIIAHTALIMH OJaCTEMBbl MPEAILICYbs
U 3aIsCThsl, elle Oojee CMeIlaauch B JAWCTAIbHOM HampaBieHHH. MakcumanbHOe
CMelleHHEe HaOII0AaIu TP TPAHCIUIAHTALMY KJIETOK 01acTEeMBbl U3 00JIACTH 3aIACThsI:
B 9TOM clly4yae pereHeparbl BO3HHKAIU Ha YPOBHE JIOJBDKKU 3alHEH KOHEYHOCTH. M3
ATHX OIBITOB CJIEAYET, YTO JUIsl KJIETOK OyiacTeM, KOTOpble 00pa3yloTcs Ha pa3HbIX
YPOBHSIX NMPOKCUMOJUCTAIBHON OCH IepeaHel KOHEUHOCTH, Oyarofapsi CpoACTBY K
KJIeTKaM C AaHaJOTMYHBIM IO3UIMOHHBIM 3HAUYEHUEM, pACIOJaraloluxcs B
COOTBETCTBYIOIIMX 30HAX 3aJHEH KOHEYHOCTH, XapaKTepeH CBOEOOpa3HbII
appunoghopez (puc.22-6), uAM TEpeMelIeHHE B 30HY C TOXKICCTBEHHBIMU

IIO3UIITMOHHBIM 3HAYCHUCM U a(l)(i)I/IHI/ITeTOM.
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PaznuuHbie anre3suwBHBbIE CBOWCTBA NPUCYIIM M KIETKaM, KOTOPbIE HAXOIATCS Ha
pa3HBIX YPOBHAX MPOKCUMOJUCTAILHOM OCHM  pPa3BHBAIOMICHCA KOHEYHOCTH
3aponpima. M B 3TOM ciydae OOHapy>KMBAaeTCs OINpeAeNieHHas CBSI3b MEXIY
aJre3UBHBIMU CBOMCTBAMHU KJIETOK U WX MOP(POTCHETHUYECKHUMHU IMOTEHIUAMH. Tak,
NPy JIEUCTBUM PETUHOEBOM KHUCIOTHI MPOUCXOIUT MPOKCUMAM3AlUs aAre3uBHBIX
CBOWCTB M KIETOK, U Pa3BUBAIOLIECHCS KOHEUYHOCTH B LeinoM. Ha ouepenu crout
WCCJICIOBAaHUE BOIPOCA, aKTHBAIMS KAKUX TCHOB MPOUCXOIUT TPU KOH(MPOHTAIIUU

MO3UIMOHHLIX 3HAUCHUH.

B Hacrosiiiee Bpemsi Mbl MOKEM OTPaHUYUTHCS JTUIIH OOIIMM BBHIBOJIOM O TOM,
YTO B HOPMAJIbHOM (DYHKIIMOHUPYIOIIEM OpraHe YCTAaHABIMBAETCS COCTOSTHUE
CTaOWJIBHOCTH, WU 2comeocmasa (OT Tped. OUOl0G--- OJWHAKOBBIN; GTOCIS ---
COCTOSIHME), TOJACPKUBAEMOE CHUCTEMOM  HEKMX TMO3UIUOHHBIX 3HAYCHUI
B3aUMOJICHCTBYIONUX KJIETOK. [lpu necrabunm3anuu 3TONW CHUCTEMBI, BBI3BAHHOU
TpaBMOM, OHa OOHAPYKUBAET TEHICHIIMIO K BOCCTAHOBJICHHUIO MCXOJHOTO MaTTepHA.
[To-BunuMoMy, CTaOMIBHOE COCTOSIHME JOCTUTAETCS pasHbIMU MmyTsMu. Eciam He
MIPOMCXOAUT AaKTHUBALMM KJIETOYHOI'O pAa3MHOXKEHHs, TO CHCTEMa MO3ULHUOHHBIX
3HAYEHUI BHUIOU3MEHSETCS, M OO0ECIeunBaeT MPOIECChl 3aXHUBJICHUS paHbl U
oOpazoBanusi pyOmoBoi Tkamm. Ecimm ke mectabwimusanus UHUIUHPYET
npojaudepanno KIeToK, TO B CHUCTEME MOXKET BOCCTAHOBUTHCS IE€PBOHAYAIBHBIN
MaTTepH TMO3UIMOHHBIX 3HAYEHWH, YTO TMOBJIEYeT 3a COOOH BOCCTAHOBIICHUE
YTPaueHHOT'0 OpraHa WM ero 4acTu. Tak wiu uHaye, Mpu pereHepanuu KOHEYHOCTH
BOCCO3JIa€TCSI CUCTEMAa MEKKJIETOYHBIX OTHOIIEHHWI, BO MHOTOM CXOJHas C TOH,
KoTopasi (OpMHUPYETCs B MPOIECCE IMOPHOHATBHOTO PAa3BUTHUS, HO, BMECTE C TEM,

HMMeEIOIIasi CBOM CTeIU(UIECKHE OCOOCHHOCTH.

Mopaeas camoopranusanum OJgacrembl. J[PBug CTOKyM MpEIOKHI MOAEHb
MHTEpKAIIpHONH camoopranuzanuu Omactemsl (Stocum, 1996, 2003). CormacHo
Mozenu CTokyma, Ha aMITyTallMOHHOM MOBEPXHOCTH KOHEYHOCTH €IIe A0 MOSBICHUS
3aMETHBIX CKOIUIEHMH KJIETOK OJlacTeMbl, IpEXkAE BCEro, YyCTAHaBJIMBAIOTCS
NpOKCUMaJIbHasl W JIUCTalbHasi TpaHHIbl pereHepaTta (puc. 22-9). O6pasyrommecs
MO3/IHEE KIIETKH OJacTeMBbl 3arONHAIOT MPOMEKYTOK MEXKAY STUMH TpaHUIIAMU.
HucranbHas rTpaHuua, no CTOKyMy, YyCTaHaBIMBAaeTCS B KJIETKaX, KOTOpbIE

KOHTakTUpyIOT ¢ ADII: nelcTBUTENBHO, 3KCHEHTPUYHOE CMEIICHHE aNmuKaJIbHOU
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IANIOYKM BEAET K HW3MEHEHHUIO IMOJIOKEHUsI pEereHepara OTHOCHUTEIbHO OCTaTKa
opraHa, a mojacanka mponongHutensHoi ADIIl BeI3BIBaeT oOpazoBaHHe 100aBOYHOI
KOHEYHOCTH. B pe3ynbraTte IOKaNbHBIX B3aMMOJCHCTBHI KIIETOK OJacTeMbl
yCTaHaBJ'II/IBaIOTCSI HpOMe)KYTOLIHI)IC ITO3UITNOHHBIC 3Ha4YCHUI, TakK qTo
BOCCTAHABIIMBACTCSI BECh TIOCIEIOBATENbHBIA HMX PAX OT JUCTAIBHOM /10
[IPOKCUMAJILHOM TpaHUIbl, PABHO KAaK M psAd MO3ULUUOHHBIX 3HAYCHUH IO
okpyxHocTu. CTOKYM ToOjaraer, 4ro YK€ Ha paHHMX OJTanax (opMHUpOBaHUS
OmacTemMbl MPOUCXOTUT JAETEPMHUHALIMS BCEX OTAETIOB KOHEUHOCTH. Bcenen 3a stum
MPOUCXOIUT Mponudepanus U HHTEPKASIPHBIA POCT, B MpoIecce KOTOPOro U

IMPOUCXOAUT BOCCTAHOBJICHUC KOHCUHOCTH.

MoJiekyasipHO-0H0JIOTHYECKHE MeXaHHU3MbI audpepeHunannu
pereHepara. llpu pereHepanny KOHEYHOCTH Yy akKCOJIOTIA, TaKXKe Kak M IIpU
HOPMaJIbHOM €€ DPa3BUTHH, BBISBICH IPOKCUMOIUCTAIBHBIA IMATTEPH JKCIPECCUU
Hox-renoB, Bxomsmux B cocTaB kmactepoB A u D (puc.22-7). Hampumep, reHsl
HoxA-13 w HoxD -13 y TpUTOHAa 3KCIPECCUPYIOTCA TOJIBKO JIUIIb B CcaMmoi
JMCTAIbHOM 00J1aCTH pereHepupyroied KOHEUHOCTH, TOT1a Kak 00JIacTh SKCIIPECCUU
reHoB HoxA-9 u HoxD-9 Gonee oOmupHA, U OXBAaTbIBACT HAapsAIy C JAUCTAIbHBIMHU
TaKkKe W Hambojee NpoKcHMasbHble ydacTku. llpu myrtamuum 5° "3agHux" reHOB
HapyllaeTcs pa3BUTHE TUCTAJIbHBIX OOJacTel pereHepara. Tak, Mpu MyTalMM IeHa
HoxA-13 wnapymaercs pa3BUTHE KUCTH, a B ciaydae MyTtauuu HoxA-11 ---
npeamieubs. [Ipu SMOpHOHAIBHOM pa3BUTHM JKcmpeccus 3’- W 5’-TEHOB WMeeT
ONPENEICHHYI0  TOCIENOBAaTEIIbHOCTh ~ MHMLIMALKMKA, Tak  4YTO  5’-TEHBI,
KOHTPOJIMPYIOIIME JUCTAIbHYI0 O00JACTh KOHEYHOCTH, OKCIPECCUPYIOTCA B
nocineaHo ovyepeab. B ornuume or sTtoro HoOXA-reHel Tmpu pereHepanuu
KOHEYHOCTH JKCIIPECCUPYIOTCS CHHXPOHHO, HE3aBUCUMO OT HUX IIOJIOKEHUS B
monekyse JIHK. Takoil Tum 53KCOpeccuu, €CTECTBEHHO, MPEAONPENEIIIeT

«JIMCTAJIbHBIMY XapaKTep pereHepara.

Takum 00pa3om, yxe B paHHEH OjacTeMe MPUXOISAT B aKTUBHOE COCTOSHHE
Hox-reHsl, co3patonipe Ko, HEOOXOAWMBIA Uit (OPMHUPOBAHUS AYMONOOUs,
HanOoJiee TUCTANbHOM 4yacTu KoHedHocTH. [lo mepe dopmupoBanusi OGiacteMbl U
pocta pereHepara, T.e. MO Mepe YJIalICHHUS AUCTATHHOW YacCTH KOHEYHOCTH OT

TUIOCKOCTH aMITyTallid, BO BHOBb 00pasymomuxcs OyIymuX MPOKCUMAIbHBIX
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y4acTKaxX pereHepara, JeKalux OJu3 JUHUU pa3pesa, IKCIPeccHs TUCTaabHbIX Hox-
IEHOB II0CJIEZIOBATENIBHO BBIKIIOUAeTCA. Takol XapakTep SKCIPECCHH, BO3MOXKHO,
00yCJIOBJIEH TE€M, 4TO UCTOYHUK (hakTopa, MHULMUPYIOILIEro sKcnpeccuio Hox-reHos,
pacrojoKeH B JUCTAIbHOM 00JaCTH KOHEYHOCTH, U CpOACTBO "muctanbHbIX" Hox-
T€HOB K 3TOMY (paKTOpy HUXKE, YEM Y «IIPOKCHUMAJIbHBIX)» I'€HOB, aKTUBALMSI KOTOPBIX

BO3MOJXHAa U IPpU HC3HAYUTCIIbHBIX €0 KOHLICHTPAIUAX.

Okcnpeccusi NPOKCUMANbHBIX M JucTalbHbIX Hox-reHoB uepe3 1 neHs mnocie
aMIyTallud W TOCJIECAYIOIIEEe OrPaHUYECHHE 30HBI DKCIPECCHU OUCTAIBHBIX TI'€HOB
00JIaCThIO ayTONOJUS CBUAETENBCTBYET B TM0JIb3Y MOJAEIM CaMOOpIraHU3aLUH
6mactembl CTOKyMa, TIOCTYJIMPYIONIEH paHHee BOSHUKHOBEHHE TUCTAIHHON TPAHHIIBI

pereHepara.

ComnocraBneHne 0COOEHHOCTEH IKCIPECCUU T€HOB, KOTopas Habmiojaercs y
XBOCTAThIX aM(pUOU MPU 3aKUBJICHUU PaHbl HA OOKOBOM MOBEPXHOCTH TEJA U MOCIIEe
aMITyTallid KOHEYHOCTH (pEereHepalroHHas paHa), OOHApY>KUBACT HJICHTUYHOCTHh
HAYalbHBIX 3TAMoB 3TUX MporeccoB. OMHAKO MO3/IHEE BBISBISIOTCS CYLICCTBEHHBIC
pa3nuyusi, CBHICTEIBHCTBYIONIME O CrHenu(puKe IMyTH, BEAYLIEr0 K pereHepanuu
KOHEYHOCTH. Yepe3 24 yaca nociie aMIyTally B pereHepallMOHHON paHe OTMEYaeTCs
akcrpeccust reHoB HoxA-9, HoxA-13 n HoxD-10, Torga Kak B JIaTepaJIbHbIX paHax,
rZie TIPOMCXOINT JIMIIb 3aKUBJICHHE W 00pa3oBaHHME PYOIIOBOW TKaHH, SKCIIPECCUHU

O9THUX I'CHOB HCT.

22.5. PoJib HEpBHOI1 CHCTEMBI B IPOLECCAX PereHepanun

XOTsl pereHepanys pa3aIudHbIX OPraHOB IO MHOTHM IIapamMeTpaM 4acToO MOX0’Ka Ha
MPOLIECCHl AMOPHOHATBHOTO MOPGOreHe3a, Bce K€ €CTh LENblid psll 00CTOSTENbCTB,
NPUJAIOLIUX pereHepanuy MpUCYLIyl0 Tojdbko el cneuuduxky. Cpeaum 3THX
OOCTOSITENTLCTB HA TEpBbI IUIAaH BBICTYMAIOT [Ba: KJIETOYHbIE HCTOYHHKHU
pereHepanyy, U BIUSHHE Ha MOp(OreHe3 CO CTOPOHBI TKaHEH U PEryJSTOPHBIX
CUCTEM PETECHEPUPYIOIIETO KUBOTHOIO, KOTOPBIE, €CTECTBEHHO, OTCYTCTBYIOT Yy
pa3BUBAIOIIErOCs 3apojbllia. B JaHHOM paszzgene paccMaTpuBalOTCS JaHHBIE O

BIIMSHHNHN HCpBHOfI CHUCTCMBEI.
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BnusiHue HEpBHOM CHCTEMbI Ha PEereHepanuio BIEpBbIE ObLIO MPOAEMOHCTPHPOBAHO
T. Tonnom eme B 1823 roay, Koraa oH, nepepesasi CeAATMIIHBIA HEPB, MMOKa3aJl, 4YTO
Takas omepanus WHTHOUPYET pereHepanuio 3aJHel KOHEYHOCTH XBOCTATBIX
ampuOuii. XOTs TO31HEE OKa3aJloch, YTO YYacTHE HEPBOB HE SBISCTCS
YHUBEPCAIBHBIM YCJIOBHEM PEreHEpaii U YTO HEKOTOPBIE CTPYKTYPHI CIIOCOOHBI
peFGHepI/IpOBaTB H B OTCYTCTBI/II/I I/IHHepBaL[I/II/I, TEM HE MCHCC, HaGHIOIICHI/ISI To;ma
OTKPBLIM HOBOE HAIIPaBJICHUE UCCIEIOBAHUE POJIM HEPBHOW CUCTEMBI JIJISl TPOIIECCOB

pereHepanyy u MOpQoreHes3a pereHepupyoInuX OpraHoB.

B xome moapoOHBIX HCCIIEOBaHWI BIUSHHS HEPBHOM CHUCTEMBI Ha pEreHEpaIuio
KOHEYHOCTEH y XBOCTAaThIX aMQpuUOWA BBLICHWIOCH, 9YTO 3TOT  IPOIECC
MoJpa3/ieNIAeTCs Ha JBa dTamna --- 3aBUCHUMBII OT HEPBHON CUCTEMbI U HE3aBUCUMBIN
ot Hee. Oka3anock, 4To GopMHUpPOBAHUE PETCHEPAIIMIOHHON 01acTeMbl, B OTIMYHE OT
0ojiee TO3AHMX CTAaWi TKaHEBOW muddepeHmuanuu U MopdoreHesa, 3aBUCHT OT

HaJIM4Y1d HCPBOB B aMHYTHpOBaHHOﬁ KOHCYHOCTH.

[lepepeska HEpBOB HE  MPEMSATCTBYET  OSNUTENU3AUUA  PaHbl, Pa3BUTHIO
BOCHAJINTENbHBIX SIBJICHUW M ructonausy. OJHaKo OHa BeIET K MOJABICHMIO (hazbl
pasMHOXeHusa AenuddepeHUpoBaHHbIX KJIeTOK. Ecnm neHepBanus HpOBOAMUTCA
HECKOJIBKO TI03Ke, KOTJla pereHeparoHHas OynacreMa yke cPopMUpOBaHa, TO B
pereHepare, JUILIEHHOM CBSI3U C HEPBHOM CHUCTEMOM, MPOMCXOAUT PE3KOE CHUKEHUE
WHTEHCUBHOCTH mponudepanun kieTok Onactembl. Ha 3aBepmiaromiem srtamne
pereHepanyy rUuCTOreHETHYECKUe U MOP(HOTEHETUIECKHE MPOIECCHl HE 3aBUCIT OT

HWHHCPBaIlNH.

Bckope mocnme ammyTanuM  KOHEYHOCTH B 00JacTh pereHepara MPOHUKAIOT
MHOTOYHCIICHHBIE aKCOHBI, OTPACTAIOIINE OT Mepepe3aHHbIX HepBOB. OKa3anoch, 4TO
KaKk paHEBOM OHIUTENHKA, TaK W, B elle OOJbINEH CTeneHH, 00JacTh CKOIUICHUS
nenuddepeHIIupPOBaHHBIX 3JEMEHTOB CHAO0XEHBI OOJIBIIUM KOJUYECTBOM AKCOHOB,
o0Opa3yromumx 3/1ech 00mUpHYI0 ceTh. [lo3nHee, korna HaunHaeTcs nuddepeHuanus
TKaHEW pereHepara, 3Ta CETh 3aMEHSACTCS HEPBHBIMH BOJOKHAMHU, (OPMHPYIOTCS
KOHIICBBIC 6J'I$IIJ_IKI/I ABUTAaTCIIbHBIX HCPBOB, BOCCTAHABJIIMBAKOTCSA CHUHAIITUYCCUC

COEIUHEHMUS.
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CrneunaiibHble MCCIIEIOBAaHUS, BBINOJHEHHbIE 3uHrepoMm B 1940-x rogax, mokasanu,
yTo Tpoduuecknii 3PGEeKT HEepBOB Ha mponudeparuio B pPEreHepUpyromiei
KOHEYHOCTH HE€ 3aBHUCUT OT KaueCTBEHHBIX ocoOeHHocTel HepBa. CorimacHo ero
KOIUYECN8EHHOU Meopuy HEepeHoU pe2yisyuu, JEUCTBUE WM YYyBCTBUTEIbHBIX, U
JIBUTATEIbHBIX HEPBOB Ha PEreHepaluio OJMHAKOBO. 3UHrep mnpeanosnaran (Singer,
1952), uto mMMeeTcs HEKOE IMOPOrOBOE YHUCIO HEPBHBIX BOJOKOH, MPU KOTOPOM
BO3MOYKHA pereHepanusi. Tak, B KOHEYHOCTH TPMTOHA Ha 1 MM’ cpesa IOJDKHO
npuxoautbes 1000 HepBHBIX BOIOKOH. Eciii 4MCiio HEPBHBIX BOJIOKOH MEHBIIIE 3TOTO

3HAUYEHUS, pereHepalys He IPOU30MIET.

B HacTosimiee BpeMs BBIACHSIETCS, YTO JIEMCTBUE HEPBHOM CHUCTEMBI JEUCTBUTEIBHO
o0ycioByieHO TpodudeckuM (haKTopaMu, KOTOPBIE TPAHCIIOPTUPYIOTCS 1O aKCOHAM U
JOCTaBJISIOTCS, TakuM oOpa3oMm, B pereHepar. [lo-ummmomy, 3Tu (akTOpbl HE
SBIISTIOTCSI CTPOTO cHenu(UIHBIME U HepBOB. Hanpuwmep, y 3aponsimeit ampuouii
aHaJIOTUYHbIE Tpopudeckue GaKkTOpbl MPOIYIUPYIOTCS U B IPYTUX --- HE HEPBHBIX ---

TKaHAX.

B kadecTBe BO3MOXXHBIX TPO(YUYECKHX (PAKTOPOB pereHepariii PaccMaTpUBAIOTCS
(dakTopbl  poCTa, ANOJUIONPOTEUHBI, OEJNOK, TPAHCIOPTUPYIOIIUN  KENIe30
(TpanceppuH), HEKOTOpbIC TIUKONPOTEHHBI, a TaKXke HHU3KOMOJICKYJISPHBIC
BELIECTBA, HANpUMeEp, HYKJIECO3UIbl M APYrHe NPEIIeCTBEHHUKH MaKpPOMOJIEKYJI.
Tak, mnpeamonaraercs, 4YTO BaXHYK pOJIb IPU pPEreHEepaluud  UTrParoT
¢dudpodnacTuaeckue dakropsl pocta (FGF) m dakropsr pocra rmum (GGF, glial
growth  factor). Ilokazano, wuto ¢uOpoOmacThueckue  (akTopel  pocTa
MMMYHOLUTOXUMHUYECKH BBISBIIAIOTCS KaK B IBUTaTEJIbHBIX, TAK U B YyBCTBUTEIbHBIX
HepBax, a MpHU JEHUCTBUH BELIECTB, KOTOpbIe cBs3biBatoT FGF wim coorBeTcTBYIOMME
peLenTopsl, Npoiaudeparys Me3eHXUMbI OJIaCTEMbl pereHepaTa 3aMETHO CHHKAETCS.
[Ipu neHepBanuu, a Takke MpU KyJIbTUBUPOBAHUH SKCIIAHTATOB OJIACTEMBI in Vitro,
sk3orenHsle  FGF  crumynupyror nponudepanuto Onactembl. Okcnpeccuss FGF
HeoOXoauMa Uil TIOAJEepKAaHUs JKCIpecCuu TeHa DIx-3 B amUKaIbHOM JIUTEINN
pereHepara. AKTHBHOCTb JTOTO TI€Ha MpeKpalaercs Npu JEHEpBAalMH, HO

BO300HOBIISIETCS MIPU TPAHCIUIAHTALIMH B pereHepat mapuka, npornutanaoro FGF.

[TonneprxuBatomiyie npoiaudepanuio TKaHel pereHepaTa IiaHajibHbIe (AKTOPBI pocTa

(GGF) cocTaBasitoT ceMEMCTBO OEITKOB, KOTOPBIC SIBIISIIOTCA — MPOAYKTaMHU
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anpTepHaTHBHOTO crutaiicuara npo-uPHK oxgHoro m toro ke rena. Otu QaxTopbl

pErynupyIoT nposrdepanuio, NoJBUKHOCT U anonTo3 [IIBaHHOBCKUX KIIETOK.

Pone TpaHcepprHa COCTOMT B JOCTaBKE B PEreHepaT HMOHOB JKele3a, KOTOpble
BXOJST B COCTaB MHOTHX JKH3HEHHO HEOOXOIUMBIX (epMeHTOB. MeTtogom
UMMYHOCOPOIMH TpaHcheppruHa WK MyTEM XeJIaTUPOBAHUS Kelie3a B IKCTPAKTaX U3
HEpBOB CHHMMAeTCs CIOCOOCTBYIOIEE Mpoiudepanuu IeHcTBUE 3TUX IKCTPAKTOB.
HaoGopot, no0OaBieHne HMOHOB jKeje3a WM TpaHCpeppHHAa BOCCTAHABIMBACT 3Ty
cnocobHocTh. Eciim B OnacreMy JeHEPBHPOBAHHOM KOHEYHOCTH HMMILJIAHTUPOBAThH
cedapo3Hble IIAPUKU C TpaHCHEPPUHOM, TO B KIETKAX IMOAJCPKHUBACTCS CUHTE3

JTHK.

[To-BuamMoMy, Ha paHHHX JTamax (OPMHPOBAHHUS OJIACTEMBI pereHepara, KOr/aa
NOCTyIJIeHHE TpaHceppuHa B pereHepaT IO KPOBEHOCHBIM COCyZaM  elle
HEBO3MOXKHO M3-32 UX OTCYTCTBHS, MMEHHO TPAHCIOPT TpaHC(HEppHHA MO HEPBHBIM
OTPOCTKaM BOCIIOJHSET MOTPEOHOCTh B HMOHAX JKeje3a Uil  HOPMAJIbHOTO
¢byHkuMoHMpoBaHus (pepMeHTOB, obecneunBarommx npoiaudepanuro. Kak nonarator,
aKCOHBI PETEHEPUPYIOMIUX HEPBOB B paHHEW OiacteMe (YHKIIMOHAIBHO 3aMEHSIOT
KPOBEHOCHBIE KalWUIAPBI, U CHA0XaroT 3Ty 007acTh HEKOTOPHIMH KPUTHYECKUMHU
OenKaMH ¥ HU3KOMOJIEKYJISIpHBIMU coeanHeHusiMu. [locie oOpa3oBanus B perenepare
CETH KPOBEHOCHBIX KallWUIIPOB, HEPBHBIE BOJIOKHA TEPSIOT CBOE HCKIIOYUTEIBHOE
3HAUEHUE KAaK MCTOYHMKM OSTHUX BELIECTB, BAXKHBIX JUIS IOAJEP/KAHUS BBICOKOTO

YPOBHS KJIETOUHOU PENPOLYKIUU.

Ponb HEpBHOM cucTeMBI B MPOIECCaX pereHepaly BliepBble Obu1a OOHapyKeHa elle
B Hayaise 20-ro cronerusi, korna T. Mopras, uccienyst SnuMopQHYI0 pereHepauio y
onuroxetsl Eisenia foetida, B 1902 T. ycTaHOBWII, YTO MpEIBAPUTEIILHOE yAallCHUE
OpIOIIHOM HEepPBHOW HENOYKHU B 00JacTH aMIyTallud MPEJOTBpAIlaeT pereHepaluio
rOJOBHOTO oOTAena uepBs. Hamuume XoTs OBl ABYX CErMEHTOB C HEPBHBIMH
TaHIJIMSIMH, PaclOJIOKEHHBIX Kay/ladbHEe OTHOCUTENBHO JIMHUU Pa3pe3a, COXPaHsIIo

MPUCYLIYIO 3TUM aHHENIUaM CIIOCOOHOCTh K pereHepalyi.

BriocnenctBum 311 HaOMIOACHUS OBUIM MOATBEPKACHBI IPYTMMHU UCCIIEA0BATENAMHU.
IIpu pa3pylieHMH HEPBHOM LIETIOYKH BCEIA IPOUCXOINIIO NTOJABICHUE PETeHEpaLluU

roinoBel. Ecimu ke onepanusa MpoOu3BOAWIIACH TAK, YTO HECPBHBIC BOJIOKHAa BCC XKC
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MOJPACTalld K PaHEBOW MOBEPXHOCTH, TO BOCCTAHABIMBAIACH U pEreHEpallMOHHAs
crocoOHOCTh. Bripouem, 3Ta 3aKOHOMEPHOCTh HE UMEET YHUBEPCAIHLHOTO XapaKTepa:
y TONMUXETHI Spirographis TOJOBHON OTIEN pereHepupyeT U B OTCYTCTBHHM HEPBHOM
CHCTEMBI, XOTS pEreHepaluss XBOCTOBOTO OTHella OOHApPYXHBAECT CTPOTYIO

3aBUCHUMOCTE OT HAJIU4YH HEPBOB.

BnusHue HepBHOW cHCTEMBI Ha PEreHEPAlMOHHYIO CIIOCOOHOCTH Yy YepBei
OOBSICHSAIOT ICHCTBUEM Helpo2opMOHO8, HATIPUMED, alleTHIXonHa U Jp. OKa3anocs,
YTO yAaJleHue HAATJIOTOYHOTO TaHINIMS MPENATCTBYET pereHepaluud XBOCTOBOTO
otnena nonuxersl Nereis diversicolor. Ilocne aMmmyTaniyi XBOCTa B HAATJIOTOYHOM
TaHTJIMM ~ HAKAIUIMBAeTCS HEWpPOTrOPMOH, KOTOPBIA HEOOXOAWM I Hayana
pereHepanyu. ITOT BBIBOJ CIEIYeT W3 OMNbITAa, B KOTOPOM HAJATJIOTOYHBINA TaHTIINN
MOJIMXETHl C AaMIyTUPOBAHHBIM 3aHUM OTAEJIOM TPAHCIUIAHTHPOBAIM B JEHBb
aMITyTallud WIHA CIyCTs 2-3 JHA PEIMIIMEHTY, Y KOTOPOTO Hapsay C aMITyTaluel
XBOCTa YAANsUIM TaKKe€ W HAATJIOTOYHBIN TaHTNIMKA, MOTEHLIUAIbHBIA SHAOTCHHBIN
HMCTOYHHK HeWporopmona (puc.22-8). JIMilIeHHbIH TOJOBHOTO MO3Ta PELUNHUEHT cam
o cebe He OBLT CIIOCOOEH pereHepPUpPOBaTh XBOCT. TpaHCIIaHTAIUS HAATIIOTOYHOTO
TaHTJIMEB B JIEHb aMITyTallud XBOCTA JIOHOpPA HE BOCCTAHABIIMBAJA PETEHEPALIMOHHYIO
cioco6HOoCTh. OgHAaKO cmycTst 2-3 mHS TOCE aMIyTaluk HAATJIOTOYHBIN TaHTIIHHA
npuodperan CHOCOOHOCTh NPU TPAHCIUIAHTALMKM B IIEJIOMHUYECKYIO IOJIOCTb

PCOUINIMCHTA UHUIOHUHUPOBATH BOCCTAHOBUTCIILHBIC IMPOLCCCHI 3aJHCTO OTACIIA YCPBIA

(puc.22-8).

HNHTpUryrommuMu ocTaroTcsi HaOI0AeHus, caenanHbie eme B 1965 r. Kuoprcucom u
Moperty (Kiortsis, Moraitou, 1965). Onu nepepe3ain HEpBHYIO LENOYKY Y HOIUXETHI
Spirographis, a ee nepepe3aHHbIe KOHIbI OTBOAWIM K IOBEPXHOCTU Tejia. JTa
olnepanusl BbI3bIBaja HOBOOOpA30BaHMWE TEPMHUHAIBHBIX OOJIACTEH Tena, a MMEHHO,
OCTAIOLIUICS BIIEpEIUM KOHELl HEPBHOM LEMOYKH, KOTOPBIM IIOCIE IEPEepe3Ku
CTAaHOBMJICS 33JIHUM KOHIIOM, MHAYLIMPOBaJ 00pa30BaHNE XBOCTOBOIO OTJIENA, TOTAA
KaKk HOBOOOpa30BaHHBIA MEpEeAHMH KOHEI LENOYKH CTHUMYJIHpOBal 0Opa3oBaHUE
rojoBaHoro oraena (puc.22-9). Crumynsamuss MOpPQPOreHETHYECKUX IPOIECCOB
OTBEJICHHBIMH HEPBAaMHU HE OIPAHWYMBACTCS JIMIIL TUIOM AHHenuA. Bmepsbie 310
sBJICHHE OBbLIO ONMMCAHO UTAIbIHCKOM HccnenoBarenbHuLelt I1. Jlokarenmu B 1929 1,

KoTopasi Haboaia pa3BUTHE JTOOABOYHBIX KOHEUHOCTEH y OECXBOCTHIX aMQpUOMIA
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IpH OTBEACHUU TEPEPE3aHHOT0 HEepBa KOHEUYHOCTH K OCHOBaHHUIO mocnenHeit. [Ipu
0€3yCIIOBHOM CXOJICTBE pE3yJIbTATOB OOHAPYKHJIHCHh 3aMETHBIC Pa3IHUUS MEXIY
nojuxetamMu U ampuOusiMu. B oTiMuMe OT MOJUXET, Y KOTOPBIX HA TEPBBINA TUIAH
BBICTYIIAeT crenudruka akTUBaTopa MOP(POTEHETHYECKOro Tmporecca, y aMbuouit
cnenuduka 100aBOYHBIX OpraHoB Obuta OOYCJIOBJIICHa, B TEPBYK O4Yepelb,
0COOEHHOCTSIMH 00JacTH Tenla, B KOTOPYIO OTBOJAWICS HEpB. BBIACHMIIOCH, YTO
pasHbIe 00JIAaCTH Teja KUBOTHOTO --- TEPPUTOPUU KOHEYHOCTH, TUIABHHMKA, XBOCTA,
MOp/IbI--- HUMEIOT pPa3iIUuHbie MOP(POTCHETUYECCKUE TOTEHIIMU, B CBSI3U C YEM HX
MHOT/Ia HAa3bIBAIOT PeceHepayUuoOHHbIMU A MOPGO2eHemuyecKumu meppumopusimu.
OTBeneHre HEPBOB B pa3Hble MOPPOTCHETUICCKAE TEPPUTOPUH TIPU OIIPEIIEICHHBIX
YCIIOBUSIX WHUIMUPYET MOpdOreHe3 OpraHoB, MPUCYIIUX NaHHOW obOmactu Tema. O
TOHKHX MCXaHHU3Max 3TUX MOp(bOl"eHeTI/I‘-IeCKI/IX IponeccoB CBC[[GHI/II\/JI IMPaKTUICCKHU
HET, XOTSI W3BECTHO, YTO OTBEJCHWE HEpPBAa B PETCHEPAIMOHHYIO TEPPUTOPHUIO

CKa3bIBAaCTCA Ha I/IHTGHCI/I(bI/IKaLII/II/I 9KCIPCCCUU Hox-reHos.
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I'JIABA 23. JETEPMUHALIUA I1OJIA

B wMupe XMBOTO pasMHOXKECHHE WU PENPOMYKIMS OCOOCH SBISIETCS TIaBHBIM
OMOJIOTHYECKUM TPOIECCOM, KOTOPOMY MOJIYMHEHBI BCE OCTAIBHBIC --- YACTHBIC ---
IMPOUECCChI. MosxHO CKa3aTb, YTO KM3Hb Ha4aJIaCb TOr'/la, KOrjga BO3HUKIIA MOJICKYJIbI-
perIMKaTopsl, crnocoOHple K  camoBocmpousBeneHuto (P.  Jlokwn3, 1993).

CriocoGHOCTh K CaMOBOCTIPOU3BEACHUIO --- BAKHEHUIIIasi 0COOCHHOCTD KUBBIX CUCTEM.

W3BecTHBI pa3Hble (OPMBI PEMPOAYKLIUU MHOTOKJIETOUHBIX JKMBOTHBIX: Oecnoioe
(BereTaTuBHOE) U nON0B0€ pazmHodiceHue. becronoe pasMHOXKEHUE MPennoaraet
JiefICHUE POAMUTENBCKOM 0coOH, ee moukoBaHue uian (parmenranuto. Ilpu Gecrionom
PA3MHOKCHHUU I'CHOTHII IMOTOMCTBA OCTACTCA UACHTUYHBIM I'CHOTHITY pOI[I/ITeJII)CKOfI
ocoOu. [lnst mosoBoi penpoAyKLMU XapaKTepHO BO3HMKHOBEHHE TI'€HETHYECKOIO
pazHooOpa3usi, KOTOpoe OOYCIOBIEHO CMEIIMBAHUEM T€HOMOB TpPHU COCIMHECHUU
raMeT M IeHeTHMYeCKON peKoMOMHaluel, MPOMCXONAIIel B Ipolecce Melo3a INpu
(GOpMHpPOBAaHUU TMOJIOBBIX KJIETOK. OTJINYUTENbHOM OCOOEHHOCTHIO IOJIOBOM
PEIIPOAYKIIUU SABJIACTCA YCPCAOBAHUC TAIJIOUIHBIX W JUITIIOUMIHBIX MOKOJICHUH WUJIH
¢ba3, a TakkKe HaJIU4Me JBYX B3aMMOJAEHCTBYIOLIUX CIEHUATU3UPOBAHHBIX MOJIOBBIX

KJICTOK, pCIPC3CHTUPYIOIHX IBC OCO6I/I, YHaCTBYHOIIHE B IMIPOLECCEC PA3MHOXKCHUA.

I'maBHBIM CTPATCTUYCCKUM HAIIPABJICHUCM 3BOJIIOIHUU PA3MHOXCHUSA  ABJISICTCSA
TI0JIOBAsT PEMPOAYKIMS, KOTopas crocoOcTByeT Oosee ObicTpoMy U 3¢ (HEKTHBHOMY
3aKpEIUICHUIO OJIATONPHSTHBIX aijieJied B TOMYJALUSAX JKUBOTHBIX WIIM pacTEHHN

(puc. 23-1).

VY OJHOKJIETOYHBIX TAMETAMH CITy>)KaT CaMH BHJIOM3MEHEHHBIC 0COOM, TIOITOMY IPHU
COCTMHEHUH TaMeT COOCTBEHHO Pa3MHOXKEHHS HE MPOUCXOTUT M B ITOM Ciydae
YMECTHEH TOBOPUTH IPOCTO O IIOJOBOM IIpolecce. Y MHOTHX HPOCTEUIINX
MPOUCXOIUT KOmyJsiiusi (OT nar. copulo --- CBSI3bIBaTh), WM CIUSHUE MOJOBBIX
ocobeit. Jlns nndyszopuii XxapakTepHO BpeMEHHOE 00bEeIMHEHUE, BO BPEMSI KOTOPOTO
MIPOUCXOUT OOMEH TCHETHYECKUM MaTePUAIOM --- KOHBIOTarws (OT JIaT. conjungo --
- COCTTUHSTB ).

Haubonee npoctoii ¢opmoii mOI0BOro mpoiecca SIBISCTCS 2OMO2AMHAS KONYIAYUA,

pInb KOTOpOfI XapaKTCPHO IMOYTH MMOJIHOC OTCYTCTBUC CIICHIUATIN3AIIUHU T'aMCT, KOTOPBIC
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MOp(OJIOTHUECKH HE OTIMYAIOTCS HHU JAPYT OT JIpyra, HU OT BET€TaTUBHBIX OCOOCH.
IIpu mepocammoii xonynayuu WMEET MECTO LMK IPEBPAEHUN BETETaTUBHBIX
ocoOelt, nnu rameroreHe3. [Ipm mapHoil Meporamuu oOpa3ylOTCS JIBE€ IOJIOBbIE
KJIETKHA, MHOKECTBEHHAsi MeEporamMusi XapaKTEepHU3yeTcs TMOsSBIEHUEM OOJbIIOTO

KOJIM4YECTBA I'aM€ET.

Y MHOTIOKJIETOYHBIX XUBOTHBIX CICLUAIU3UPOBAHHBIC IOJIOBBIE KICTKU --- TAMETBI
00pa3yloTcs, Kak MpaBUO, B OONbIIOM uucie. i OJHOKJIETOYHBIX BOAOPOCIIEH,
rpubOB M MHOTMX IPOCTEHIIMX HMBOTHBIX XapaKTepHa uzocamus, MPU KOTOPOH
ramMeTsl He MMEIOT BUAMMBIX MOPQOJIOTMYECKUX PA3IUYUNA, HO PA3HATCA JIMILIb 110
(U3NOTOTHUECKUM W OMOXMMHUYECKHM CBOWCTBaM. MHOTOKJIETOYHBIE IKHBOTHBIE
OTJIMYAIOTCA YETKO BBIPAKEHHOU 2cemepocamuel WIN CIICHUATU3aLUC JBYyX THUIIOB
ramer. Jlma Metazoa xapakTepHa Tak HasblBacMasi oocamus, TPHA KOTOPOU
00pa3yloTcsi BBICOKOCTICIIUATTU3NPOBAHHBIE SHI[A ¥ CIIEPMAaTO30HMIbI, KOTOPHIE

3aMEeTHO pa3iIMyaroTcs cBoeil popmoii, pasmepamu U GU3NOIOTHEH.

CekcyanbHoCcTb. MyXXCKHE U JKEHCKHE OCOOM --- 3TO MHIUBUABI, MPOU3BOIAILNE
COOTBETCTBEHHO MYXCKUE U JKEHCKHE TaMeTbl, U B ITOM CMbICIIE NPU3HAKH I0ja
0co0M BTOPUYHBI OTHOCHTENBHO mMoja ramer. [lporeccel nerepMHHalMU CBOMCTB
raMer OOBIYHO HA3BIBAIOT nepguuHol Oemepmunayueti nona. IloapazneneHue Ha
MY)KCKHE WM JKCHCKHE OCOOM WM CeKCyalbHOCmb --- OAMH W3 Hamboee

(dbyHIaMeHTaIbHBIX TpU3HaKoB xu3Hu (B.A. lorens, 1951).

[Toq mnpu3HakaMu mOJa OCOOM TOHMMAETCS COBOKYHMHOCTH MOP(OIOTHYECKHUX,
(U3NOTIOTHUECKUX M TOBEACHYECKHX MPHUCIOCOOICHUH, KOTOpbIE O00eCIeynBarOT
nmoJioBoii mpouecc. K TakuM mpu3HAaKaM OTHOCSTCS HAIMYHE ONPEACIICHHOTO THIIA
rOHaJ]; HAJIMYME OPraHOB, OOECIEYHMBAIOMINX TOAJCp)KaHHE >KU3HECTTOCOOHOCTH, a
3aTe€M U BBIBEJICHHUE IOJIOBBIX KJIETOK M3 OpraHusma; (opma tena, okpacka, roJoc,
noBenenue u 1p. CBoeoOpaszue MPHU3HAKOB, XapaKTEPU3YIONIUX I10JI, COCTOUT B HX
albTEPHATHBHOM XapakTepe. ['aMeThl, OpraHbl, MOBEJCHHWE MOTYT HMMEThb YEpTHI,
TUIIMYHBIC I MYXKCKOTO WJIM JIJISl KEHCKOTO OpraHW3Ma, T.€. BCET/Ia MMEIOTCS, IO
KpaiiHeil Mepe, ABe mporpammbl auddepeHnuanuu 1 MopdoreHesa, BKIIOUYCHUE
KOTOPBIX 00ecreunBaeTcs abTepPHATUBHBIMU CUTHANaMu. M3 cKa3aHHOTO BHJIHO, YTO

po0JeMa OIpeaesieHus 1oja B OHTOI€HE3e MHOrorpaHHa. JleHCTBUTEIBHO, B XOJI€
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ATOr0 Mpoliecca KOOPAMHUPOBAHO IETEPMUHHUPYIOTCS CBOMCTBA IMOJOBBIX KIIETOK,
TOHAJI, MOJIOBBIX U MHBIX OPraHOB, BKIIIOYAsi OPraHbl [IEHTPAIbHON HEPBHON CHUCTEMBI.
Otcioga criemyeTr, 4YTO JeTEpMUHAIlMS TOJa 3aTparuBaeT pas3Hble YPOBHU
OpraHu3al 0coOM M OCYIIECTBISETCS HAa PAa3HBIX CTAIHMsIX OHTOI€HE3a, a 3TO
Hen30eXXHO MpeoIpeensieT MHOrooOpa3ue KOHKPETHBIX MEXaHHU3MOB, JICKAIIUX B

OCHOBC JCTCPMHUHAILINU T10J1A.

I'epmadgpoauTu3M H roHOXopu3M. Y KHBOTHBIX UMEIOTCS BUIBI, 0COOM KOTOPBIX
UMEIOT M MYXXCKHE M JKCHCKHE TOHAJbl. B 3THX CiIy4asx HpPUHSATO TOBOPUTH O
eepmappooumusme (puc 23-2). I'epmadpoauTusM OBIBaCT CUHXPOHHBIU, KOTHA
MYXXCKHE€ M  JKEHCKHE  TOHaabl  (YHKIMOHHPYIOT  OJHOBPEMEHHO, U
nocreoogamenvuwiti. B mocnemHeM  ciaydae  pasIMYyaOT  MPOMAHOPUHECKULL
eepmagpooumusm, Tpyu KOTOPOM 0COoOb CHayala (PYHKIHOHUPYET Kak caMell, WIH

NPOMOSUHHBII 2epMadpooumusm, €cIu 0co0b cHadana GyHKIIHOHUPYET KaK CaMKa.

I'epmadpomuTH3M HOIMPOKO pacHpoCTpaHeH B mpupone. [epmadpoauTHbie (OpPMBI
XapaKTepHBI IS aHHENUJ, MOJUIIOCKOB, PaKOOOpa3HBIX, I HEKOTOPBIX PHIO W
ampubmii. Y mnonuxer Oomee 20 cemeiictB umeer repmadpoauTHbie (Gopmbl. B
KayecTBE IpHMEpa MOXXHO TIPUBECTH JaHHBIE O TrepMadpOAUTU3ME TOJIHXETHI
Ophryotrocha puerilis. 9T 4epBU SABISAIOTCA NPOTAHAPUYECKUMHU repMadpoauTaMu.
B MonomoM Bo3pacTe OHM BBICTYNAIOT Kak My»Kckue ocoOu. Ilpu mocTmxkeHuun
OTIpPEICIICHHBIX Pa3MEPOB y HUX HAYMHACTCS BBIPA0OTKA OOTPOITHOTO HEHPOTOPMOHA,
KOTOPBI MEPeKTIoYaeT TeHETUYECKUI MEXaHU3M OIPEIEeNICHH MM0JIa Ha <GKEHCKYIO»
nporpamMmy (puc. 23-2). 3To cOOBITHE MOXKHO 3a/IepKaTh B YCIOBHUSIX IOJABICHUS
pocTa TOJOJAaHUEM WM PETYJSPHBIM YIAJICHUEM 3aJHHX CErMEHTOB. JIaOMILHOCTH
nerepMuHanuu nosna 'y O. puerilis TpOsIBIAETCS TakKe U B TOM, YTO IPU JCHCTBUU
¢epomona (0T Tped. PEP® --- HECTH; OPUA® --- BO3OYKIAATh) CAMKHU JIpyTas )KEHCKas

0c00b MOXKET MPEBPATUTHCS B camiia (puc. 23-3).

OdeHp MHOTHE BUIBI MPEACTABICHBI, OAHAKO, OAHOMOJBIMH HHAWBHIAMHU. B 3THx
CIIy4asix TOBOPAT O 20Hoxopu3me (TOHOXOPU3M OT Tped. YOVN| --- ceMsl; OPIoLOG ---
OTpaHWYCHHUE) >KUBOTHBIX WMJM O JBYJOMHOCTH pacTeHud. Hammume ocobeir nByx
MOJIOB WIJIH NOJI080U OUMOp@u3M TPOSBISICTCS HE TONHKO B CYIIECTBOBAHUH JBYX

THUIIOB I'OHAJ. CaMIII)I 1 CaMKH UMCIOT CYIICCTBCHHBIC pa3IMiyus B CTPOCHUHN OPraHOB
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BBIBCICHUS TIIOJIOBBIX KJICTOK W APYIrUX TIIOJOBBIX OpraHOB, OYCHb YaCTO OHHU

pasznuyarotcs GopMoit Tena, OKPaCKOM, TOJIOCOM U MTOBEJICHUEM.

Hcrtopusi nmpodiaemsbl. Brimore 10 koHIa 19-ro cronerust mpobiaema aeTepMUHAIIAN
nojja ObU1a 00NACTHIO MPOLBETAHHS PAa3HOTO pOJA CIEKYJSALUN, BOCXOAALIMX K
HauWBHBIM TIipenctaBiieHussM Apucrtotens (384 - 322 r. 10 H. 3.) 00 ompenenstomen
ponu ¢aktopoB BHemHedl cpenpl. CorylacHO BO33PEHHSIM 3TOTO  BETHUKOTO
€CTECTBOUCIIBITATENSA, PA3BUTHE II0JAa Y YEJIOBEKAa 3aBUCUT OT Temmeparypsl. Jlius
JeTEepMUHAIIMN MY>KCKOTO TMoJjila TpeOyeTcss OTHOCHUTEIbHO BBICOKas TemIepaTypa.
Ecnu >xe oHa HEZOCTATOYHO BBICOKA, TO 00pa3yeTcst 0co0b KEHCKOTo Toja, KoTopas,
C TOYKH 3pEHUsT APHCTOTEJS, SIBISIETCS HEOPA3BUTOW OCOOBIO MYIKCKOTO Tona. Te
e TI0 CyIIecTBY uaeu pasBuBai u ['anen u3 [leprama (130-200 rr.). [IpeacraBnenus
O HECOBEPIICHCTBE JKEHCKOTO IMMOoJia OBLTM IMOKOJICOJICHBI 3HAMEHUTBIM aHATOMOM
Bezaimmem w3 Ilagyum. JletanbHO€ HCCIEAOBAaHUE AHATOMHUHU MOJIOBBIX OpraHOB
yenoBeka (1543) nmpuBeno K yTBEpkKACHUIO aIbTEPHATUBHOCTU MYKCKHX M >KEHCKUX
IMMOJIOBBIX OpPTaHOB, PAa3BUBAIOIIHUXCA M3 TOXKACCTBCHHBIX 3a4YaTKOB. B orHOmenun
(hakTOpOB, OMPENEAIOMUX IO 0cO0H, Aake Ha pyOexe 19-ro m 20-ro cromeruit
TOCIIOJICTBOBAIM TIPEICTABJICHUS, CBS3bIBAIOUINE TOJ peOEHKa C KOHCTUTYIMEH,
BO3pacTOM, XapaKTEepPOM MUTAHUS U YCIOBHSIMH OOUTaHus poauteneid. [lomaramm, aro
(bakTopbl, CHOCOOCTBYIOLIME HAKOIUIEHUIO IUTATENbHBIX BEIIECTB WM HSHEPIrHH,
JCTEPMUHUPYIOT KEHCKHH TMOJ, TOorhaa Kak (akTOphl, CHOCOOCTBYIOIINE

MOTPEOJICHUIO SHEPTUH, JETEPMUHUPYIOT MY>KCKOM IOJI.

[lepeoTkpriTHe 3aKOHOB MeHzaens Ha pyOexe croneTuil u yrepausiieecs B 1890-x
rofax y4YeHHe O XpPOMOCOMax CO3JajM peallbHble IPEANOCBUIKM A Hay4HOI'O
aHaJM3a IPOLECCOB JeTepMUHaNMu mona. McciaenoBaHue npoOiieMbl MOCTOSHCTBA
qHciaa XpPOMOCOM B KJIETKAaX pa3HBIX JKMBOTHBIX OOHAPYXKHIIO, YTO Y HEKOTOPBIX
HaCEKOMBIX KHMBOTHBIE PA3HOrO I10Jla HMMEIT HEOJMHAKOBOE YHUCIO XPOMOCOM.
Hampumep, y knoma-congatuka Pyrrhocoris apterus 'y xiona Protenor belfragi
MY’KCKHE 0COOM MMEIT HEUETHOE YHCIO XPOMOCOM: Ha OJHY XPOMOCOMY MEHBIIIE,
4eM OJKEHCKME 0coOu. Y  Jpyrux MpeICcTaBUTENEH  IMOJIy’KECTKOKPBUIBIX

OGH&py)KHHOCL, 4qTO CcaMlbl UMCIOT TO KC YUCJIO XpOMOCOM, YTO MU CaMKH, HO OIdHA
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mapa XpoMOCOM HpECTaBICHa Y HUX PE3KO Pa3INYaoUMMHCA GOopMaMu - OOIbIION

(X) u manenbkoii (Y), Toraa Kak y caMOK HMEJIHCH JIBE OJJUHAKOBBIE X XPOMOCOMBI.

Y 3TUX KHMBOTHBIX NpH TraMeTOreHe3e B pe3yJbTaTe PEeAYKIHMOHHBIX JAeNeHUM
BO3HHUKAET J[BA TUIA MYXCKHX T'aMET C Pa3IUYHBIM HaOOPOM XPOMOCOM (MYdHCCKAsL
ouecamemust). B ogHoM cirydae (tTun Progenitor) mojoBuHA MY»XCKHX TaMET COJACPKUT
X XpoMocoMy, TOTJa Kak Apyras IOJOBHHAa TaMeT HE HMMEET ATOW XPOMOCOMBI.
Huramerust apyroro pona (tum Lygaeus) XapakTepu3yercs HAIWYHEM B MYIKCKHX
rametax Jn6o X, 160 Y XpomMocoMbl. ECTECTBEHHO, YTO TaMeThl JKEHCKHX 0CO0eH y
3TUX JKMBOTHBIX MO CBOEMY XPOMOCOMHOMY COCTaBy HE paszmu4aloTcs. Takum
o0pa3oM OBUIO YCTaHOBIIEHO, 4YTO TIOJI MOXET OBITh e2emepocamemHubiM WA
comozamemuvim. Tak Kak y MYXKCKHX 0coOell COOTHOIIEHHE [BYX BHUAOB raMeT
X:Y=1:1 mmm X:0=1:1, a yncino ocobell My>KCKOTO U MKEHCKOTOo IO0Ja OJAWHAKOBO,
BO3HHUKIJIO TIPEATIOIIOKEHUE, YTO WMEHHO JTH Pa3INYarolIuecss XPOMOCOMBI WU
2emepoxXpomMocomMbl CBSI3aHBI C OMNpENECICHWEM IIoJla B OHTOTeHe3e, TOrAa Kak

HMCIOIUC TOMOJIOTOB aymocomsbl UTPAKOT B 3TOM MPOLCCCEC BTOPUIHYTO POJIb.

[Tomumo mysxkckoi nuramerun (M=XY; K=XX) usBectHa u xeHckas. B ciayuae
KEHCKOW UTaMEeTUH, KOTOopas HaOJromaeTcs, Hampumep, y 0abodek, ppl0 W MTHIL,

reTepOXpOMOCOMBI YCIOBUIHMCH 0003HauaTh OykBamu W, Z (M=ZZ, )K=WZ).

Crnenyromuil IpUHIUIHAILHO BaKHBIN [Iar B IOHUMAHUU POJIU MOJIOBBIX XPOMOCOM
obu1  cmeman  Jlomkacrepom  (1908), KOTOpBI  OTKpPBUT — HACICIACTBECHHOCTD,
CLEMJIeHHY0 ¢ monoM. Ilpu ckpemmBaHuMu JByX pac KpPbDKOBHUKOBOW IISIIEHUIIBI
Abraxas grossulariata oH 0OHapyXHJ «KPHC-KPOC» HaCJIeZJOBaHUE, NPU KOTOPOM
J04Yepy MPHOOpPETaroT NpPU3HAKU OTLA, a CBIHOBbS --- IpuU3Haku Marepu. OH
NPEINONI0XKUI, YTO TaKOW THUIl HACJIEJOBAaHUS TOJDKEH BO3HUKATh B TEX CIydYasx,
KOI'Jla TOMOTaMETHBIM TMOJI TOMO3UTOTEH O PELIECCUBHOM MyTalUH, CLEIJICHHON C
nmoyioBori  xpomocomoit (puc. 23-4). HccnemoBanme JloHkacTepa OBLIO YHCTO
TEOPETUYECKHUM JI0KA3aTEIbCTBOM CYIIIECTBOBAHHUS MOJIOBBIX XPOMOCOM, TaK KaK OHO
HE COJAEpXKaJl0 LMUTOJOTMYECKUX CBHUAETEIBCTB B IIOJb3y TAKOIO YTBEP)KIEHUS.
OxoHuaTenabHOE peleHue 3Toi npobieMsl npuHaane:xxuT Moprany (1909), koTopblit
MCCIIeI0BAJI 3aKOHOMEPHOCTH HACJIEZOBAaHUS PEIIECCUBHOIO MpH3HaKa OelIoriazocTu

white (w) y Hposzoduibl. B otnmmune ot 6abodyek ¢ OONBIIUM YHUCIOM MEITKUX
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xpoMmocoM /Jlpo3zoduiia UMeeT JUIIb YeThlpe mapbl xpomocoM. Ilpu 3ToM monoBbie
TETEPOXPOMOCOMBI X U Y XOPOIIO UACHTH(PHUITUPYIOTCSA. ITa 0COOCHHOCTh TEeHOTHUIIA
Jpo3oduibl no3Bonuia Moprany npeAcTaBUTh HEOCTIOPUMbIE JaHHBIE O KOPPETSIUU
HACJIEIOBaHMs CLEIUICHHOTO C IOJIOM TpHU3HaKa C HaJU4ueM OCOo00H IO0JI0BOI

XPOMOCOMBI.

Jloka3aTenbCTBO CYLIECTBOBAHUS IMOJIOBBIX XPOMOCOM B T€HOME YKUBOTHBIX SBHIIOCH
MMOBOPOTHBIM ITyHKTOM B TOHMMaHUU MPOILIECCOB AETEPMUHALINK T0J1a. TeMm He MeHee
pacimdpoBKa KOHKPETHBIX MOJIEKYJISIPHBIX MEXaHH3MOB OIPEACIICHHUS I10Jia
oKa3ajach BeChbMa HEIMPOCTOM 3amauell. B HacTodiee BpemMsi CpaBHUTEIBHO MOJIHOE
MpeACTaBICHUE 00 ATUX IMpoIeccax MOJYyYeHO B OTHOIICHUHU JIMIIb HECKOJIBKUX
00BEKTOB, CpeIu KOTOPBIX CJEIyeT Ha3BaTh, Mpexae Bcero, Jlpozodury,
Caenorhabditis elegans, n HEKOTOPBIX MPEICTABUTENICH BBICIIUX MJICKOMHUTAIONINX,
BKJIFOUAsl YEJIOBEKA, T.€. OOBEKTHl ¢ OTHOCUTEIILHO XOPOIIO M3YYCHHOW TCHETHUKOM.
Hackonbko MO3BOJSIOT CyAWTh HMEIOLIUECS JaHHbIE, KOHKPETHbIE MEXaHU3MBbI
JeTepMUHAIINY TI0JIa BeCbMa pa3HooOpa3Hbl. Tak, y HACEKOMBIX OIMpeNeleHHEe Toja
OCYIIECTBIISAETCS HE TOJIBKO C MOMOUIBIO MOJOBBIX XpoMocoM XY wiu ZW, HO U B
3aBHUCHUMOCTH OT IUIOMIHOCTH TaMeT, C MOMOIIbI0 JTOMHHAHTHBIX JETEPMUHATOPOB
MYXCKOTO HJIM JKEHCKoro Tuma. Jlaxxe y omgHoro Buma Musca domestica
JETEPMHUHAITUS TT0JI1a 00ECIICYMBAETCS KaK MOJIOBBIMUA XPOMOCOMaMH, Tak 1 0€3 HUX, ¢
MOMOIIIbIO TPAHCTIO3UPYEMOI'O 3JEMEHTA, a TAKKE JOMUHAHTHBIM T'€HOM >KEHCKOTO
moyia. Bmecte ¢ TeM O0OHapyXWJach OTHOCHTEIbHAS IMPOCTOTAa TE€HETHUYSCKHUX
MEXaHU3MOB JETEPMUHAIUH T10JIa, KOTOPBIE MPEACTaBISAIOT COO0M cKopee JTMHEHHbIE
MOCJIEIOBATEIbHOCTH, KAacKaJbl, a HE pPAa3BETBICHHBIC CETH, KaK pPEryJsTOpHbIC
MPOIIECChl MHOTHX MOP(OTCHETHYECKUX TMPOIECCOB. DTH JiBa OOCTOSTEIHCTBA ---
OTHOCHUTENIbHAs TPOCTOTa W Ppa3HOOOpa3ue MEXaHW3MOB --- JIeTaloT MpodiieMy
JNETEPMHUHAIIMU T10J1a OCOOEHHO TMPHUBJIEKATEIILHON 71 JBOJIOIMOHHON OWOJIOTHH
pasBuTHs, paszpadaThIBarOIICH o0Imue BOMPOCHI CTAHOBICHUS |  DBOJIIOIUHU

MEXaHH3MOB MOp¢oreHesa.

23.1. MexaHu3MBbl onpe/iesIeHUs 10J1a Y HACEKOMBbIX

MoJiekyJsipHO-TeHeTHYEeCKHE AaCNeKThl AeTepMuHanus mnojaa y Jlpozoduibl.

CkperuBasi TPUIUIOMIHBIX caMOK /Ipo30¢uiisl ¢ TUIUIONIHBIMU caMLiaMu, bpumkec B
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1920-x rogax moiay4yms1 MyX C pa3HbIM YHCJIOM IOJOBBIX XPOMOCOM U ayTOCOM (puC.
23-5). Ilpu 5TOM OKa3aJI0Ch, YTO MOJ TOTOMKOB KOPPEIUPOBAH C TIOJOBBIM HHIACKCOM
(Ir), T.e. c oTHOmEeHHEM ymciaa X XpoMocoM K yuciay HaGopoB ayTocoM (Ip=Nx/Sa,
rae Nx unciio X xpomocoM, a Sx yucio HabopoB aytocoM). [Ipu nHmekce, paBHOM
WIX MPEBBINAIONIEM €UHHUILY, 0COOM ObLIM >keHCcKoro tuna. [Ipu uHaekce, paBHOM
win MeHbiieMm 0,5, ocobu O Myxckoro mona (Tabmuma 1). IIpomexytounbie
3HaueHus Mexay 1 u 0,5 Obuln XapakTepHbI AJIi UHTEPCEKCOB, KOTOpbIE 00Jaat0T

IMpU3HAKaMHU U JKECHCKOT'O, U MY>KCKOTO IT10JIA.

TABJIULIA 1. TIOJIOBOM MHJIEKC DROSOPHILA MELANOGASTER,

(d XY, ¢ XX)
I1OJI [JIOUAHOCT  CTPYKTYPATEHOMA  HMHJEKC X:A
b
Camnpl | JumionmgHbie XY, 2A 0,5
X0, 2A 0,5
JnmiougHeie XX, 2A 1,0
Tpurnnongnsie XXX, 3A 1,0
Camku TerpamionHeie XXXX, 4A 1,0

[Tony4yeHHbIi  pe3ysbTaT, CBUACTEIBCTBYIOIIMA O TOM, YTO HaIpaBJICHUE
muddepeHIranuy noja 3aBUCUT OT COOTHOIIECHUS YHcia X XPOMOCOM U ayTOCOM,
OTKPBUT MYTh JUISI paci(pPOBKH MEXAHH3MOB, KOHTPOJIHUPYIOMIUX 3TOT IPOIECC.
Oxkazanoch, 4To Y xpomocoma y JIpo3odumnsl He cBsi3aHa C JeTEpMHUHALIMEH TOJa.
KupotHble ¢ renorunom X,0, y KOTOpBIX IOJIOBOM HMHAEKC He npesbimaer 0,5,
muddepeHnmrpoBaIuch Kak caMiibl. OgHAKO 3TH CaMIlbl CTEPUIIBHBI, TOCKOJBKY 0e3 Y
XpOMOCOMBI CIIEPMATOreHe3 He MpOHCXOAuT. JlaHHbIe 00 oOmpeAeNneHUH Moja B
COOTBETCTBHUH C TIOJOBBIM HHJEKCOM OOHAPYKHBAIOT YCIOBHOCTh MOHSATHS IIOJOBAs
XpoMOCOMay M MOJYEPKHUBAIOT BAXKHOCTH JJISl IETEPMUHAIIMU T10JIa TEHOB ayTOCOM.
Baxnoit ocoOeHHOCTBIO ompeneneHust nosna y JIpozoduiabsl W, MO-BUAUMOMY, Y
IPYyTUX HACEKOMBIX SBISICTCS AaBTOHOMHBIN, «KIICTOYHBII» YpPOBEHb pEIICHUS
npobnembl. Ha uemmonspHbIii XapakTep AeTepMUHAIMM Toja y ApO30QHIIbI

YKa3bIBAET SIBICHUE SUHAHOPOMOPPuU3MA, O KOTOPOM TOBOPHIIOCH B Tiase 18.
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COBpCMCHHBIe HUCCICAOBAaHMUA IIOKasaJaiHu, 4YTO MIOJIOBOH HHIACKC ONpCaCIsaCTCA
COOTHOIIICHHUEM T'€HOMPOIYKTOB --- OEIKOB, IKCIPECCUS] KOTOPHIX KOHTPOIHPYETCS
reHaMd X XpOMOCOMBI M TE€HaMH ayTocoM. IlepBble WHOI/A HAa3bIBAIOT T'CHAMHU
YUCTUTENS WIN 2eHamu-Hymepamopamu (0T aHTIJI. numerator --- YUCIUTEINb), BTOPbIE
reHaMW 3HaMEHAaTeNsl WU 2eHamu-oeHomunamopamu (0T aHriI. denominator ---

3HAMEHATEeh).

Cpenu TEHOB UYMCIHTENs] U3BECTHBI sisterless-a (sis-a), sisterless-b (sis-b), a Taxxke
runt, O€IKW KOTOPBIX SIBISIIOTCS TPAHCKPUIIIUMOHHBIMHU (akTopamu. Bxmouas
JKCIIpeccui0 TeHa sexlethal, oHW HEMOCPENCTBEHHO HWHHUIMHUPYIOT XEHCKUH MyTh
JeTEepMUHALMK Tos1a. BakHyl0 pojb B aKTUBALlMM ATOrO IYTH BBIMOJHSIET U T'e€H
daughterless (da), KOTOPBII OTHOBPEMEHHO CIIYXKUT OJTHUM M3 DJIEMECHTOB MEXaHH3Ma
JI030BOM KOMIIEHCAIIMH. Y 0co0ei jKEHCKOTro IoJia ¢ AByMsi X XpOMOCOMaMHU OeNoK
Da cHuxaet ckopocTh TpaHCKpUIIMHK Ha X xpomocoMax. [lpu orcyrerBun Oenka Da
BBICOKAsI CKOPOCTh TPAHCKPHIIIIMU HA X XpPOMOCOMaxX MPUBOJIUT K THOETH KUBOTHBIX,

C ABYMA TaAKUMHU XPOMOCOMaMH.

q)aKTOpI)I «3SHaAMCHATCJIA» MPCACTABJIICHBI IMPOAYKTAMH, CHHTC3UPYCMBIMU 1101
KOHTPOJIEM T'€HOB ayTOCOM. M3BECTHO HECKOJIbKO TaKUX T'e€HOB - deadpan, her, emc,
gro, aKTUBHOCTb KOTOPBIX AOCTATOYHA, ‘IT06BI IMPpU HCKOTOPBIX YCIOBUAX IIOTACUTH
PaHHIOIO JKCIPECCUI0 TeHa sexlethal. B 3TuX ycnoBHSIX OTKpbIBaeTcs MyTh MAJs

ACTCPMUHALIUU MYIKCKOT'O ITYTH pa3BUTHA.

MexaHu3M JEeTepMUHAIIMH JKEHCKOTO M MYXCKoro mona y Jpo3oduiasl ocHOBaH Ha
IIbTEPHATHBHOM CIUIACHHTE TpeX TEHOB - sexlethal, transformer wm doublesex,
KOTOpBbIE O00pa3yloT HEpapXHYEeCKyI0 IIeTOYKy. TpaHCKPUIIIMOHHAS aKTUBHOCTD
KaX/JI0r0 M3 OTHX TE€HOB Oylarojapsi aJbTEpPHATHBHOMY CIUIAHCHHTY MOXKET
peann30BaThCs B CHHTE3E JBYX Pa3IMYHBIX OCITKOB, OAWH M3 KOTOPHIX 0OecreunBacT

pa3BUTHE MO KEHCKOMY MYTH, a APYTOH --- IO MY>KCKOMY.

I'en sexlethal umeeT nBa MPOMOTOpa, a MMEHHO MPOMOTOPHI paHHEH M mMo3aHEH
TpaHckpunuuu  (puc.  23-6).  PaHHMil  mpomMoTOp  B3aMMOJEHCTBYET  C
TPAHCKPUINLMOHHBIMU (DAKTOpaMu B IEpBbIE 4Yachl Mocie OomIogoTBopeHus. OH

AKTUBUPYCTCA (I)aKTOpaMI/I, KOTOPBIC CHUHTC3UPYIOTCA B JOCTATOYHOM KOJHNYCCTBEC B
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KJIETKax ¢ MOJIOBBIM MHAEKCOM [p>=1. B pesynbraTe paHHel TpaHCKpUNuuu sexlethal
obpasyercs mnpo-uPHK, B Xome cmalicuHra KOTOpOM BMECT€ C WHTPOHAMH
BBIpPE3aeTCs U BTOPOH AK30H, coaepxkamuid cron-kogqoH UGA. Ha ocnose 3Toit uPHK
y 0co0eli ¢ )KeHCKHM TeHOTUTIOM cuHTe3upyercs O6emok Sexlethal (SxlI). DTor Gemox
yuacTtByeT B crutaiicuare npo-uPHK sexlethal, xotopas Ha Ooyiee MO3AHUX CTaAMSIX
TpaHCKpHOUpyeTcs ¢ mo3aHero npomoropa. Ilpu Hamuunm 6enka Sx1 u B 3ToM citydae
BTOPOW DK30H BBHIpe3aeTcs, Oiarojapss 4yemy B KJIETKE NOJJICPKUBACTCS CUHTE3

HOpMaJIbHO (PYyHKIIMOHHpYoIero Oenka SxI.

VY ocobeli ¢ My>KCKUM T€HOTHIIOM PaHHSISI SKCIpeccus TeHa sexlethal He IPOUCXOAUT.
OTHOCHTENBHO OOJBIIOE KONWYECTBO (DAaKTOPOB, CHHTE3MPYEMBIX IO KOHTPOJIEM
TEHOB ayTOCOM, HE JaeT BO3MOXHOCTH OenkaM sis W JIpyruMm ¢akrtopam X
XpOMOCOMBI, HHUIIUMPOBATh PAHHIOK IKCIIPECCHIO TeHa sexlethal. B aTom ciydae Ha
TOW CTaguH, KOTJAa BKJIIOYAETCS KOHCTUTYTHMBHAS SKCIPECCHS 3TOrO TI'eHa O[T
MO3JHUM TIPOMOTOPOM, CIDIAWCHHT coOTBeTcTBYomed npo-uPHK npoucxomur B
orcytcTBuM Oenka Sexlethal. B aTtom ciyuae BTopoii 5k30H octaercst B coctaBe ”PHK
Y TIPY TTOCISAYIONICH TPAHCISAIUKA OHA TOTYaC OOPBIBAETCS HA CTOI-KOI0HE (pHC. 23-
6). bnaromaps »ToMy (yHKIHMOHaIBHO NOJHOLEHHOro Oenka Sexlethal He
oOpa3yercs: eCiaM y TEeHETHYECKH >MXEHCKUX ocoOei Oenok Sx/ cocromt u3 354

AMHUHOKHUCIIOTHBIX OCTAaTKOB, TO Y MYKCKHUX --- BCETO U3 48.

Benok Sxl sxenckoro tuna (Sx1F) mpencrasnser coboii saepubiii PHK-cBsa3biBarommii
OeIOK C IBYMsI OOJIACTSIMU CBSI3BIBAHUS: OJHA M3 HUX 00€CIeYnBaeT CIuiaiicuHr Sx/, a
apyrast o0ecrieyuBaeT ydactue 3Toro 6enka B npoueccunre npo-uPHK transformerl.
DTOT IreH COCTOMT U3 TpeX 9K30HOB (puc. 23-7). B Hayame BTOPOTO U B TPEThEM
9K30HAX HUMEIOTCSl CTOM-KOJOHBI, OCTaHABIMBAIONINE TpaHCsanuio. [Ipu Hammuum
oenka SxIF cmmaiicunr npo-uPHK fral mpoxomur Takum o0pa3oM, YTO BMECTE C
WHTPOHOM BBIPE3aeTCsl M YacTh BTOPOTO HK30HA, COJEpIXkKallas CTOM-KOIOH. B
pesynbTate obpasyercs uPHK, naroras nmonsonennsiii 6eiok Tral. Ecnu Oenok Sx1°
OTCYTCTBYET, CIUIAHCHHT MPOXOJHUT OOBIYHBIM crocoboM u obpasyercs nPHK co
CTOI-KOJIOHOM B HayaJbHON 00JacTu MOJIEKYyJbl. B 3TOM ciyuae, T.e. y ocoOelt ¢
MY>KCKAM TE€HOTHIIOM, O0pa3zyeTcs IHUIIb HEOOJBIIOW, YCCUYCHHBIH MOIUIETITHI,
KOTOPBII HE UMEET BUAUMON (GYHKIIUU U BCKOpE TIOCTIe CHHTEe3a JiereHepupyert. Mraxk,

CYLIECTBEHHOE pa3jMuue MEXAy KIETKaMu >KEHCKOW U MYXKCKOH IPHUPOJBI
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Jpo30(uiIbl COCTOUT B TOM, YTO TOJBKO MEPBBIE, HO HE BTOPBIEC, CHHTE3UPYIOT OEIIOK

Tral.

benok Tral mpeacraBmsieT coOoii (hakTop aIbTEPHATUBHOTO CIIAWCHHTA MOCIEIHETO
NpoayKTa Lenoyku --- reHa doublesex. Ilpo-uPHK doublesex coctout u3 mectu
9K30HOB, YETBEPTBHIM M IITBIA M3 KOTOPBIX COACPKUT CTOM-KOMOHBI. benok Tral
BMecTe ¢ OenkoM Tra2 oOpa3yeT KoMILIeKc, 6jaroiapst KOTOpoMy HpeaoTBpaIaeTcs
BbIpE3aHHE YETBEPTOro 3K30HA. B mpucyTcTBumM 3T0r0 KOMIuiekca oopasyercs nPHK
doublesex, xoTOopas TpeICTaBIICHa TOCIEIOBATEIHLHOCTSIMH, COOTBETCTBYIOIIUMHU
NEPBbIM YEThIpEM 3K30HaM. B KieTkax ¢ My>KCKUM TreHOTumoM, rae Oemok Tral
OTCYTCTBYET, YETBEPTHIM 3K30H BbIpe3acTcs. B pe3yibrare B KIETKax MY’KCKOW M
YKEHCKOW TIPUPOJBI CUHTE3UPYIOTCS pa3nuuHble O6enku Doublesex: crenuduaeckuit
«MyKcKoi» Genok Dsx™ u crnennduueckuit «kenckuit» 6enok Dsx' (puc. 23-8).
Hamnune Dsx™ mpensitcTByeT pasBUTHIO JKEHCKOrO (eHOTHNa M 00ecrednBaet
pasBUTHE MYKCKUX TeHHTaiueB. Benok Dsx®, HanmpoTuB, crocoOCTBYET pasBUTHIO
KEHCKOH TooBoi cepbl M OJOKUpPYET pa3BUTHE MYXKCKoro (enorumna. I'eH
doublesex wrpaer BakKHYIO POJIb HE TOJILKO B TEPHUOJ JAETEPMHUHAIIMU I0Ja, HO U
M03/1HEee, Ha CTAAMsX, KOTJa HauMHaeTcsl BuTeiuiorenes. [lokazaHo, B 4aCTHOCTH, YTO
Dsx" B meproji 0oreHesa BaXKeH Ik SKCIPECCHU TEHOB, 0OECIIEYNBAIOIINX CHHTE3a
BHUTEJUIOTEHHHA, ToT/a Kak Oenok Dsx™ Grokupyer stoT cuutes. MHTEpecHO, 9TO 1
TOT U JIpyroii OeJOK CBS3BIBAIOTCA C TeHOM yolk protein, HO OKa3bIBaIOT HA HETO ---

onu (Dsx") akrusupyromiee, a apyroi (Dsx™) --- uHrUOUpYIOIIEE IEHCTBHE.

B 3akmouenme crnemyer oOpaTHTh BHHUMaHWE Ha To, 4To y D. melanogaster
KOODJAMHAIMS  pAa3IMYHBIX  aCMEKTOB JIETEPMUHALIMM  TOJNa, CBA3aHHBIX C
nerepmuHanueil Tkaned u opraHo, IIHC, ¢ obecnedyenueM ooreHesa u J030BOI
KOMITCHCAITNH, 00eCIIednBaeTCs TEM, YTO BCE 3TH IYTH MHUIMHUPYIOTCS T€HOM Sx/

(puc. 23-9).

I'anuonumiiongHast AeTepMHHANMA 1O0Jda. Y MHOIMX IE€PENOHYATOKPBUIBIX
(MypaBbu, Mue€ibl, OCHl M Jp.) JAETEPMUHAIMS II0Ja CBSI3aHA C IUIOMAHOCTHIO
3apogpiima. CaMKu OOBIYHO Pa3BUBAIOTCS U3 JTUILUIOMIHBIX 3apOJbIIIEH, CaMIlbl --- U3
TrarylOUAHBIX. Y MEIOHOCHOW IYEJbl, HAmpuMep, U3 OIUIOJAOTBOPEHHBIX SIHI]

Pa3BHBAIOTCSI JIBE€ PA3HOBUIHOCTH OCOOEH JKEHCKOro mojia --- paboyue IYesbl,
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OOIr'cHC3 Yy KOTOPBIX IOJABJICH, W OTKJIAAbIBAIOIINUC 51171ua MaTKd. OTH pasinuusa
MEXIy paOodYMMH TYelaMd U MATKOW 0O0ecredyuBaroTCs (DEHOTHUITMYECKH 3a CYET
0c000r0 BBIKAPMIIMBAHHUS W BOCHUTAHHS JHYMHOK. V3 HEOIMJIOJOTBOPEHHBIX SHUI]
MapTEHOT€HETUYECKH Pa3BUBAIOTCA caMlibl (TpyTHH). Takoil BUJ mapTeHOTeHe3a, IPU
KOTOPOM BO3HHMKAIOT MY’KCKHE OCOOM, HOCUT Ha3BaHUE appeHOmoKuueckoz2o (OT.
rped. dppevikog --- My»kKCKOM; TOKOG --- poasl). MicxoqHas ramionIHOCTb IEPBUYHBIX
MOJIOBBIX KJIETOK TPyTHEM 0OycClOBIMBaeT ps ocoOeHHOCTeH crnepmaToreHesa. B
YaCTHOCTH, OTCYTCTBYET MEHOTHYECKas KOHBIOTAllUSg XPOMOCOM H TPOUCXOTUT
TOJIBKO 3KBAIIMOHHOC ACJICHUC CIICPMATOLUTOB, 06pa3yfoumx IIpu 3TOM TOJIBKO IBC
ciepMatuabl. M3penka BCTpeyalOmMUCa Yy MEJOHOCHOM TMYeNlbl JIUIUIOUIHBIN
MapTeHOTEeHe3 HAa3bIBAIOT JKEHCKUM WU menumoxuyeckum (OT Tped. To Alg ---

JEBUIA; TOKOG --- POJBI), T.K. B 3TOM CJIydae 00pa3yroTcs KEHCKUE OCOOH.

W3BecTHBI ciydad, KOTJa Tarulouau3aiusi, Kak (akTop JETCPMUHAIUU MYKCKOTO
Mojia 'y  MEpernoHYaTOKPbUIbIX, BO3HMKAaE€T HE TOJBKO B  pe3yJibTare
MMAPTEHOT€HETUYECKOTI0 PAa3BUTHUSl HEOILUIOAOTBOPEHHBIX SIML, HO MOYET JOCTUTaThCs
Y KaK CJIEJCTBUE aKTUBHOW AJIMMHUHAIIMM XPOMOCOM IOCIE OIUIONOTBOpeHus. Tak y
oHOM W3 Xanpluaun Nasonia vitripennis oOHapyXeHa TMepenaBaeMas Mo MYXKCKOM
JUHUW CBEPXYMCIICHHAsE XpOMOcOMa «IoJjioBoro cootHommeHus» (PSR, paternal sex
ratio chromosome), Hamu4re KOTOPO OOYCIOBIUBAET IIMMHUHAITUIO BCEX OTIIOBCKHX
aytocoMm. bnaromaps 3TOMy 3apOJbIIIM CTAHOBATCS TaIUIOMIHBIMA W Pa3BUBAIOTCS

KaK MY7KCKUC ocoou.

JIMIUIOUIHBIN JKEHCKUM IIApTEHOI€HE3 BCTPEYAETCd y MHOIHMX JKUBOTHBIX Kak
00s13aTeBLHBIA 3JIEMEHT CJIOKHOTO IIMKJIA, 00CCIICUUBAIONIUI OBICTPOE BO3pACTAHHE
Yyclia CaMOK B MOMYJIAIUU. JJUTIIOMAHOCTE TP 3TOM MOAJEP>KUBAETCs TMO0 3a cueT
BBITIAJICHUS PEAYKIIMOHHOTO JENICHUs (ametiomuyeckuil napmeno2enes), Moo (pexe)
3a CYET BOCCTAHOBJICHUS AWIUIOMIHOTO YHCIA XPOMOCOM ITyT€M BOCCOCIMHCHHS
XPOMOCOM >KEHCKOTO MIPOHYKJIeyCa U CIMBAIOIIETOCs C HUM HalPaBUTEILHOTO TeIbIla
(ampumuxkmuueckuii napmenoecernez). HeTpyaHo 3amMeTuUTh, YTO JUIUIOUTHOE
MapTEHOTCHETUYECKOE Pa3BUTHE BEJET K BO3ZHUKHOBEHHUIO 0COOEH >KEHCKOTO Tojia B
clly4ae TeTepOXPOMOCOMHOTO MEXaHU3Ma OIpPEAeNICHUs IM0Jia HE3aBUCUMO OT TOTO,
SIBIISICTCS JTH

reTeporaMeTHBIM KEHCKUH UM My3KCKoi mon (puc. 23-10).
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Jderepmunaropbl nojaa. Y ocel Habrobracon juglandis Hapsmy C TariOMIHBIMUA
caMIlaMd ¥ JUIUIOMJHBIMH CaMKaMH B TIOMYJISIIUKA HMEIOTCS JUIUIOUIHBIC
CTepwiIbHBIC caMIlel. [IpearmonaraeTcs, 4To OmpeaesicHHue Tojla y 3THX HACCKOMBIX
MIPOUCXOIUT C MTOMOIIBIO HECKOJIBKHUX aJUIETIeH --- IETEPMHUHATOPOB ToJ1a. Y TaHHOTO
BUJIa HACUMTHIBAIOT JIeBATh ayuteneil: Xa, Xb, Xc, Xd...u T. a. Ochl, Te€TepO3UTrOTHHIE
1o JII0OBIM JIBYM aJutelisiM neTepMuHaTopoB (Xa/Xb, Xa/Xe, Xb/Xc...), pa3BuBarOTCS
KaKk JKeHCKHe ocobu. ['emusurornele rammouaHele ocoom (Xa, Xb, Xc...)
pa3BUBAIOTCS KaK HOpPMaJlbHBIC CaMIIbl, TOTa KaK AWIUIOWIHBIE TOMO3UTOTHBIC

ocobu (Xa/Xa, Xb/Xb, Xc/Xc...) pa3BUBAIOTCS KaK CTEPUIIBHBIC CAMIIBI.

JerepMuHanuss mosa y 6a6ouxkn Bombyx mori. I'eHbI-meTepMHHATOPHI, I10-
BUUMOMY, YYacTBYIOT B OINpeAeNieHuHu mona u y 0abodek. Bwimarommmcs
poccuiickum smOpuosiorom b. JI. AcraypoBeimM (19 - 19NB) Obutn moapoOHO
M3Y4YeHBbl pa3HOOOpa3Hble MO TUIOMTHOCTH (OPMBI TYTOBOTO IIENKOpsiga Bombyx
mori ¢ pa3HbIM COCTaBOM IMOJOBBIX xpomocoMm (Tabmuma 2; Acrtaypos, 1966).
Oxa3anoch, 4TO pa3BUTHE CAMOK HE3aBHCHMO OT IIOMTHOCTH MPOUCXOIUT JIUIIH B
TeX Clly4asix, Korja B reHoMe uMmeercs xotsa Obl oqHa W-xpomocoma. b. JI. Acraypos
npenmnoyiarai, 4to W-XpoMOocoMa TYTOBOTO WICTKOMNPSIAa COACPKHUT JTOMUHAHTHBIE
TeHbI-I€TEPMHUHATOPHI )KEHCKOTO T0JIa. AHAJOTHYHbBIN MEXaHU3M IMpeArnoaaraeTcs u

y HeMapHoro menkonpsaa Lymantria dispar.

ITonnmanue OUTOTCHCTUKU ACTCPMUHAIIMMU I10JIa CTallo 60)166 IIOJIHBIM IIOCJIC
SKCIEPUMEHTOB ACTaypoBa MO YNPaBICHHUIO COOTHOUIEHWEM IIOJIOB B MOTOMCTBE
TyTOBOTO MIenkomnpsiga. [loMHUMO TeopeTHdeckoro HWHTEpeca 3TH HCCISAOBaHUSA,
BBIITOJIHCHHBIC Ha MICJIKOBUYHOM 4YCPBC, MMCIIU HpaKTI/I‘IeCKI/Iﬁ CMBICJI, TaK KaK Yy
CaMIIOB IIEIKOHOCHOCTh mnpuMepHO Ha 25-30% Beime, yem y camok. Cxema

9KCIICPUMCHTA

TABINLIA 2. MONOBOW MHOEKC Y TYTOBOIO LWENIKONPAOA
BOMBYX MORI, & ZZ, 2ZW (Mo B. J1. Actayposy, 1966)

Mon NMnongHocTb Ctpyktypa reHoma WHaekc
Z:A
annnovngHble ZZ, 2A 1,0
Camubl  TpunnougHele ZZZ, 3A 1,0
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TeTpannongHel ZZZZ,4A 1,0
e
annnovgHole Z\W, 2A 0,5
Camkn  TpunnougHble  ZZW, 3A 0,67
ZWW, 3A 0,33
TeTpannongHoel ZZZW, 4A 0,75
e ZZWW, 4A 0,5

AcTaypoBa [0 U3MEHEHHUIO COOTHOILIEHUS TOJIOB 32 CYET CeNEKLHHU KU3HECTTOCOOHBIX
ocobeil BKiIOuYana TpU OCHOBHbIX dTanma (puc. 23-11). Cuauana o0mydanu
PEHTICHOBCKUMH JIy4aMH CaMOK, M TOJy4aldd JeTalbHble MyTalud B UX Z-
XxpoMmocoMme (Z*). 3aTeM CKpelMBaIl MYTAaHTHBIX caMOK Z*W ¢ HOpMalbHBIMHU
camiiam ZZ. B nmotoMcTBe Bce caMiibl OBbUIM I'€T€PO3UTOTHBIMU ( Z*Z), Tak Kak B
OMHOM U3 HUX Z-XpOMOCOM OblIM JieTalbHble MyTanuu. CKpeluuBaHUe 3THUX
reTEpO3UTOTHBIX CaMIIOB-HOCUTENIEH JI€Talu C HOPMaJbHBIMU CaMKaMU Jajo B
MIOTOMCTBE PaBHOE COOTHOIIEHUE )KUBOTHBIX, UMEIOIINX CJIEAYIOLINE THUIIbI MTOJOBBIX
XpoMocoM --- ZW : Z*¥W : Z*Z : ZZ. 50% xeHckux ocobeit, unu 25% mnomynsuuy,
norudano m3-3a JETATBHON MyTaluu B Z-XpoMOcOMe. | eTepo3uroTHele CamIlbl C
JeTaJbHBIMM TI'€HaMU B Z-XpOMOCOME BBDKMBAIM Onarojapss HaJU4UI0 BTOPOH
HOPMAJIBHOW ~ Z-XpOMOCOMBI. B HTOre COOTHOILIEHME YHCa CAMIOB U CaMOK B
MOTOMCTBE ObUIO B J1Ba pa3a Beime (2:1), yuemM B HOpMmanbHOUM momyssamuu (1:1). 3a
CUeT paHHEW >IUMHMHALMM MeEHee NPOAYKTUBHBIX XEHCKMX 0co0eil pacxoibsl Ha

BBIKAPMIIMBAHKE I'yCEHUL HICJIKONPsAIA CYLIECTBEHHO COKPALLAIUCh.

Mopenbs cOXpaHseMOro KOPEHHOr0 IyTH. ComnocraBnsiss  pa3HOOOpa3HbIE
MEXaHM3MbI IETEPMHUHALINY T10J1a Y pa3HbIX HaceKoMbIX, Ponb( Hértunrep u Monuka
[retinman-1IBukkn  (No[umlaut]thinger, Steinmann-Zwicky, 1985) Bsickazanu
TUIIOTE3Y O MyTsIX (POopMUPOBaHHS pa3HOOOPA3HBIX CIIOCOOOB JETEPMHUHAIIMH T10JIa HA
o0Immieil OCHOBE 3a CYET M3MEHEHHUS OT/ACIBHBIX DJIEMEHTOB PETYJSTOPHON CHCTEMBI
(puc.23-8). B ocHOBe rumoTe3bl JEXKHUT MAOMYLIEHHE, YTO y BCEX HACEKOMBIX
CYLLECTBYET OJIUH U TOT K€ KOPEHHOU nymvb 0emepMuHayuyu noia B BUAE Kackaaa OT
reHa Sx/ k reny Dsx. Bropoe pomyiieHue COCTOUT B TOM, YTO TJIaBHBIM PETYIISTOPOM
Sxl B reHOMe HAaCEKOMBIX CIY)XUT IeH R/r. JlIOMMHaHTHBIH amiens R KoJupyer

penpeccop R, xotopsiii Beikmtouaer Sx/. Ilpu Hanuuum peneccUBHOro ajuiens r
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o0Opa3yeTcss HeaKTUBHBIN perpeccop, B 3TOM ciiydae reH Sx/ skcrpeccupyercs (puc.
23-12, A). DTO aHIECTpabHOE COCTOSHHE BHJIOM3MEHSETCS B PAa3HBIX TPYIIIax
HACEKOMBIX. MeXaHu3M JeTepMHUHALINU T10J1a, ONUCcaHHbIN y JIpo30oduiibl, BO3HUKAET,
COTJIACHO TIPEATIONIOKEHUIO 3THX aBTOPOB, Onaromaps TOMy, 4To X XpoMocoma
MOCPEICTBOM O€NKOB, KOAMPYEeMBIX ee TeHamu, "TuTtpyer' pemnpeccop R. Ecmu
0enKOB, MHAKTUBUPYIOMKMX R MHOro, xak B ciyyae reHoma 2X/A, To (yHKIuS
pernpeccopa mnopaBisieTcs. B 3TuX ycnoBusix reH Sx/ BKIIOYACTCS U TEM CaMbIM
3aIyCKaeTcsi MEXaHU3M JIeTePMHUHAIIMK KEHCKOTOo noja. Ecnu ke aTux 0eiaKoB mao,
4TO MMEET MEeCTO B reHome tuma X/A, To pempeccopa R goctarodno, 4ToObl
MMOJABUTh aKTUBHOCTH SX/ M BKIIIOYNUTH MY>KCKOU MYTh J€TEPMUHALIMK TIoJ1a (puc. 23-
12, b). B Tom cnyyae, ecnu annenbs R uMeeTcss TOIbKO B Y XPOMOCOME, BO3HHUKAET
MEXaHM3M MYKCKOro jaerepmMuHanta (puc. 23-12, B), MOCKOJIBKY B 3TOM Ciyyae
penpeccuss Sx/ OyaeT NPOUCXOAUTH TOJBKO TMPU HAIMYUU Y XPOMOCOMBI.
@DEeHOTUITNYECKOE OIpEeesIeHUE 0JIa BOZHUKHET B TOM CIIy4ae, €CJIU IMPOU30MIeT
MyTanus R, 1ociae KOTOpoil OH OyIeT MOJHOUEHHO (DyHKIIMOHUPOBATH TOJBKO IPH
OTIpeIeNICHHBIX YCIOBUSIX cpelbl. Ecnu akTuBHOCTE R OyJIeT MpoTeKaTh HOPMAIbHO
TOJILKO TIPH HU3KOW TeMIeparype, TO W JCTePMHUHAIMS MYXKCKOTO Mmoia Oyner
MPOUCXOANTh TpH HHU3KOW Temmeparype (puc. 23-12, T'). Ilpu OGonee BBICOKOI
TeMIlepatype, KOTJa aKTHMBHOCTh R Hapymiaerca, T. €. korma Sx/ He Oyner
WHAKTHBUPOBAH, MPOU30MIET BKIIOYCHHE IyTEeH IETEPMUHALNU >KEHCKOTO IIOJIa.
Hakonen, »5ta rumore3a JaeT OObBSICHEHHE, KaKUM OOpa3oM MPOHUCXOIUT
JeTepMUHAIMSI T0Jla HA OCHOBE ajulelbHOTO coctostHua SxI. Ilpum mytanum Sx/
coueranust Sx/ /Sx[ Bcerna namyt myxckow o, a SxI” /SxI” vmm SxI7/SxI" --- Bcerna

xeHckul (puc.23-12, ).

23.2. MOJ'IeKyJ'IHpHO-FeHeTI/I'leCKI/Ie ACIIEKTHI J€TEPMUHAIIMMA 1MOJa Y HEMATOAbI

Caenorhabditis elegans.

Cpenn HEemaTOI WMEIOTCS BUIBI-TOHOXOPUCTHI M repmadpoautHbie dopmbl. Y C.
elegans ocobu OOBIYHO TpEACTaBICHbI JBYyMs (QopMaMu: camIamMd |
repMagpoIuTaMH, XOTs y OJNM3KUX BHUIOB MMEIOTCS HE TepMadpOIUTHI, a CaMKH.
JIuTaMeTHBIMU SIBIISIFOTCS. OCOOM MY’KCKOTO TOJa C OJHOW ITOJIOBOM XPOMOCOMOM
(X0). B renome repmadpoauTHBIX ocoOeil umeroTcs JBe X  XPOMOCOMBI.

I'epmadpponutusm C. elegans mocnenoBaTeNbHBIA: B KadyecTBe caMIlOB ocodu XX
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BBICTYHaIOT Ha CcTaauu JINYUHKU. HO Mepe pa3BI/ITI/IH TAaKHUC OC06H HpeBpaH_IaIOTCH B
caMoK. O4eBHIHO, OJTHAKO, 4TO OJHa X XpOMOCOMa B pacyeTe Ha JUTUIOWIHBIN
T€HOM HEIOCTaTo4YHa i (OPMUPOBAHUSA KEHCKOW TOHAABl M WHBIX >KEHCKUX
PENPOAYKTHBHBIX opraHoB. Hamumuwme nByx X XpOMOCOM CO3[AeT MPEATOCHUTKH
Pa3BUTHS KEHCKOTO ()eHOTHIA, HE MPEMATCTBYS, OJHAKO, PA3BUTHIO CEMEHHHKA, YTO,
BO3MOXXHO, OOYCJIOBIIEHO OCOOBIMH MEXaHW3MaMH WHAKTUBAallMU OJHOW u3 X
XpPOMOCOM Ha paHHUX CTaaAusIX pa3BuTHs. [Ipu caMOOIUIONOTBOPEHNH TTOAABIISIIOIIEE
00IBIIUHCTBO MOTOMKOB (99.8%) --- 3T0 repmMadpoAUTHI ¢ reHoTUnoM XX, Torjaa Kak
1ocje CIapyuBaHUS CAaMILOB M TepMa@pOAUTHBIX CAMOK COOTHOIICHHE MY>KCKHUX
ocobeit (M) u repmadpoautoB (I'd) cpear MOTOMKOB, Kak U CIAEAYET, OXKUAATH, M:
I'd = 1:1. HepaBHoe oTHOmIEHHE o0co0e€il pa3HOro IMoJia B TIOTOMCTBE MPHU
CaMOOIUTOI0TBOPEHUU MOKET CIIYKUTh YKAa3aHHEM Ha W3BECTHYIO HEMOJHOIIEHHOCTH

MYXCKHX TaMeT, JOPMUPYIONTUXCS B CEMEHHUKaX 0co0e ¢ reHoTunom XX.

VY C. elegans BbISBIEH KackaJ I'€HOB, COCTOSIIMH, MO KpaiiHeW Mmepe, U3 IIECTH
cTymneHeu: xol-1— sdc — her-1— tra-2 — fem — tra-1 (puc. 23-13). Dkcrpeccusi TEHOB
KaX/I0l M3 3THUX CTyNEHEH OTPHULATEIBHO OTPa)aeTCsi Ha SKCIPECCUU TE€HOB
creayrouiei crynenu. IIpu 3ToM HeraTuBHOe AEWCTBUE MOXKET NMPOUCXOAUTH KaK Ha
YPOBHE 3KCIIPECCMM COOCTBEHHO TI'€Ha, TaK U Ha YypOBHE (YHKLIHOHUPOBAHUS
COOTBETCTBYIOIIMX OCNKOB (HEraTMBHOE B3auMojcicTBHE OenkoB). B pesynbTaTe
TaKOM OpraHM3alMU KacKaJa MPOSBISIIOT CBOIO (YHKIMOHAJIBHYIO aKTUBHOCTH JINOO
OenKu He4YeTHBIX cTyreHel (1-oi, 3-ei, 5-0it), b0 OenKu YeTHBIX CTyrneHel (2-oH,

4-oi, 6- oif).

[Tockonbky mpu monoBoM uHAEKce X/A=1 oOpasyiorcs repmMadpoiuThl, a MpHU
X/A=0,5 --- camipl, oueBugHO, 4T0 Yy C. elegans HOMKHBI CyIIECTBOBATH T'CHBI-
HOMHUHATOPHI, aKTUBHbIE B X XpoMocome. JIeMCTBUTENBHO OBUIO BBISBICHO
HECKOJIBKO T€HOB, PETYJSTOPOB IEPBOIO 3JIEMEHTA Kackaja, mpuyeM 16 Takux reHoB
HaxonmaTrcst B ayrocomax, a 2 B X xpomocome. OAauH H3 3THX JBYX T'€HOB-

HyMepaTopoB X XpOMOCOMBI HOCUT Ha3BaHue Signal €lement of the X, wnn sex-1.
Dkcnpeccus reHa 1-oit crynenu xol-1 (XO-lethal-1) 3aBucut oT kKoindecTBa Oeka,

CHUHTE3 KOTOPOTO KOHTPOJIUPYETCS F'eHOM sex- /. [lonararoT, 4To npu HAIMYUK ABYyX X

xpomocoM Oenka Sex-1 B aBa pasa Oonbliue, yeM B KieTkax ¢ rerorunom XO.
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OOpasytomuecs B ciydae BBICOKOH KOHIIEHTpamuu Oenka Sex-1 gumepsr Sex-1/Sex-
1, CBS3BIBAsICh C MPOMOTOPOM Te€Ha Xxol-I, 00YyCIOBIMBAIOT HU3KUH yPOBEHb €ro
Tpanckpunuuu (puc. 23-14). Eciu Genka Sex-1 mano, To 00pa3oBaHue TPaHCKPUITOB
HE TOPMO3UTCS, U B KJIETKE oOpa3yercs 00JbIoe 4yucio moiekys oenka Xol-1 (puc.
23-15). [TockonbKy reH sex-1 penpe3eHTUpyeT X XpOMOCOMY, TO MPU MyTaIuu sex-1
clieyeT OXuaarb (HOpPMUPOBAHME MYKCKOro rmona mnpu reHotune XX. Ilpu
OJIHOBPEMEHHOM MyTaluu sex-1" u xol-1" ocobu ¢ reHoTunomM XX pa3BUBAIOTCS Kak
HOpMasbHble TepMadponuTel. M3 3ITHUX pe3ydbTaToB cieayeTr, dro xol-1
NEHUCTBUTEIBPHO HAaXOIUTCS MOJ KOHTpOJIEM sex-/ W SBIAETCA €ro €AMHCTBEHHOM

MHIICHBIO.

[Tocnennsis cTyneHp Kackaua npejacTaBieHa reHoM tra-1: ¢paktop TRA-1 3akpreiBaet
NyTh  Pa3BUTUS  MYKCKOTO  ()eHOTHMNAa W  UHUIMHUPYET MYyTh  Pa3BUTHUSA
repMadpoauTHOrO0. M3BecTHa JOMHMHAHTHAs MyTauus fra-1°, mpu KOTOpoW He
BOCIPUHUMAETCSl HETaTUBHAs PETYJISIHS CO CTOPOHBI MPEANIeCTBYIONIEro 3BeHa. B
3TOM Cllydae Beerja, Kak rnpu "xenckom" renorurne X, X "'P, tak u npu "MyKcKoM"

redorune X "'P 0, o6pasyrorcs GpepTuiabHbIE repMadPOIUTEL

Kak nmomarator, OofHMM M3 KIIIOYEBBIX 2JIEMEHTOB CUCTEMBI JeTepMHUHanuu nona 'y C.
elegans ciyxut Oenok Fem, koTopsiif 0051a1aeT CIOCOOHOCTHIO B3aUMO/IEHCTBOBATh
c nByms Oenkamu --- Tra-1 m Tra-2, HampaBissi pa3BUTHE, COOTBETCTBEHHO, IO

MY’KCKOMY WJIU TI0 )KEHCKOMY ITyTH.

Wrak, B ciywae, eciu B KIETKE HMeeTcsd oJHa X XpOMOCOMa B pacyeTe Ha
JUIUIOMIHBIN T€HOM, TO o0pa3yeTcsl CpaBHUTENbHO Mano Oenka Sex-1. bmaronaps
ATOMY T'eH x0/-1 He pemnpeccupyercsi U B KJIETKe CUHTe3upyercs MHoro 6enka Xol-1,
penpeccopa reHoB sdc. Ilpu 3TOM NpoOUCXOAWUT akTHBHAs Hapaborka Oenka Her-1,
KOTOPBIH CBSI3BIBACTCA C BHEKJIETOYHOM 00yiacThio Oenka Tra-2. B aTux ycrmoBusix
Tra-2 He ciocoOeH coequusaThCs ¢ 6enkoM Fem. B aTom ciywae 6enok Fem obpazyet
KOMIUIEKC ¢ OenmkoM Tra-1, KOTOpBIii B CBOOOHOM COCTOSIHHH SIBJISICTCS KJTFOUEBBIM
(haKTOPOM TPAHCKPHUITIINK, MHUIIMUPYIOMIEH pa3BUTHE repMadpoIuTHON 0coOu (puc.

23-16).
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CBoeoOpaszue wmexanusma jaerepmuHaimu nona y C. elegans cOCTOMT, TaKuM
00pa3oM, B TOM, 4TO OH IIOCTPOCH HA NpUHYUNe yepedyoujelics akmusHOCmu 2eHO8,

KOTOPBIC COCTABJIAOT per.]'IHTopHLIﬁ KacCkan.

Hekoropbie uepTtbl Mexanuzma omnpeaeneHus noia y C. elegans HalOMHHAIOT
opraHm3aiuio 3toro mnpomecca y Jpozodmisl. IIpexae Bcero, Helb3si HE OTMETHTH
LEJUTIONSPHBIN XapaKTep JeTepPMHUHAILIUY T0Ja: B KAKIOU KIETKE HEMAaTOIbl UMEETCs
BCE HEOOXOAMMOE Ui aBTOHOMHOTO pemeHus npodiaembl. CXOICTBO MOXKHO
YCMOTpPETh M B HAJIMUYUU MOJIEKYJSIPHOTO MEXaHU3Ma, «CUUTAIOUIEro» 4YHucio X
xpomocoM. OueBUIHBI, BMECTE C TE€M, U CYUIECTBEHHBIC pazIU4Usi. IJTO, MPEKIE
BCEr0, KacaeTcsl MOJIEKYJIIPHO-OMOIOTHYECKON MPUPOIbI MEXAHU3MA JETEPMUHALIUI
nosa. Ecim y JIpo3oduisl umeeTcst Kackaa anbTepHAaTUBHBIX crutaiicnaroB nPHK, to
y C. elegans COBEpLICHHO WHBIE MEXaHM3MbI PETYJSIUM AKTUBHOCTH T'€HOB. Y
JIpo30(duiel IMEeT MECTO IocieIoBaTeIbHas aKTUBAIMs TeHOB Kackaza, y C. elegans

--- IOCJICOOBATCIIbHOC NX HHFH6I/IpOBaHI/Ie.

K coxanenuto, B Hacrosiiee Bpems mpoOieMa AEeTepMUHALMM I0Jla Y JPYTHUX
HeMaToJ paspaboraHa cnabo, UYTO 3aTpyJHSAET T[OHUMAHUE SBOJIIOLMOHHOTO
CTAaHOBJIEHUSI COOTBETCTBYIOIIMX MEXaHM3MOB peryisauuu. CormacHo moodenu
pempoepaonoeo cmanosnenuss (Wilkins, 2002), B »BOJIONHMH TIEPBOHAYATHHO
copMHpoBanIack HWXKHsISI CTYNIEeHb Kackana (fra-1), a 3aTeM yke myTeM J00aBIIeHUs,
mar 3a [IaroM, BEPXHMX YPOBHEH peryisiuu MpOUCXOIWIa HOCTENEeHHAs
HAaJCTPOMKA PEryJIATOPHOM LENOYKH. Moaens peTporpagHoro CTaHOBIICHHs, I10-
BUIMMOMY, MMeeT Oosiee oOllee 3HaueHWe, W NPUWIOKHMA K aHAIU3y SBOJIIOLUU

PEryJIsATOPHBIX CHCTEM W JPYrMX IporpaMMm pas3BUTUsA. B cooTBeTCTBUM C 3TOM

Mmojenbio, B cucteMe A—| B—| C—|D cambiM apeBHUM 3jeMeHTOM siBisieTcst D, a

CaMbIM 3BOJIFOIIMOHHO MOJIOABIM --- A.

23.3. Moaeky/asipHO-TeHeTHYEeCKHEe  ACMEKThl  JAeTepMHHALIMH T1OJa Yy
MJICKONHUTAIOLINX.

PacimmpoBka MOJNEKYISIPHBIX MEXaHU3MOB JIETCPMHUHALIMY TI0JIa Y MIICKOTUTAIOIINX
M0 CyIIECTBY Hadaslach B KoHIE 1950-X rogoB, Korja cTajgo O4€BUAHO, UTO Y BBICIIUX

MIJICKOIMUTAKOIINX B ACTCPMHUHALIUHA MYIKCKOI'O IIOJIa BaXHYKO POJIb HI'PACT Y
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XpoMocoma. B monb3y mpeacTaBiieHHss O TOM, 4TO B Y XpPOMOCOME COCPEAOTOYCHBI
TCHBI, JCTEPMHHUPYIONINE MYKCKOH IM0JI, TOBOpwIM MHOrme (akTel. Hampumep, B
orcyTcTBUM Y XpoMocoMmbl (X0 TeHOTHI) Bcerna pa3BHBAJICS KEHCKUU (DEHOTHIT,
py HATMIUH Y XPOMOCOMBI JIaXKe CYIISCTBEHHOE YBEIUYCHHE YUCIa X XPOMOCOM
(mo 48,XXXXY) He Hapymano pa3BUTUS OCOOM MYXCKOTo moja. CIIoXuioch
NPEJCTAaBICHUE O TOM, YTO B Y XPOMOCOME MJIEKONHUTAIOUINX UMEETCs OCOObI reH
TDF (Testis-determining factor), Haaumume KOTOPOro MNpeHONpEaEseT pa3BUTHE
cemeHHuKa. J[uddepeHnumanms ceMEeHHUKA CBsi3aHa C  BHIPAOOTKOW TOPMOHAILHOTO
CHTHAJIa, CITIOCOOCTBYIOIIETO Pa3BUTHIO MYKCKOTO (heHoTHNa. C 3TOM TOUYKHM 3peHUs,
JETePMHUHAIMS Pa3BUTUSI CEMEHHUKA IMPEICTABISET COOOH MEPBUYHOE OIpEIeIICHNE
1oJjia, TorJa Kak (YOpMUpOBaHHE MY>KCKOTO (DEHOTHIIA 10/1 BIUSHHEM FOPMOHAIBHBIX

CHUTHAJIOB - COCTABJIICT BTOPUYHOC ONIPCACIICHUC T10J1A.

VYdyacTe TOPMOHOB B JAETEPMUHAIMM TOJa Yy TO3BOHOYHBIX JKHBOTHBIX
MOCTYJIMPOBAJIOCH YXKE JTaBHO. DKCIEPUMEHTHI, BbINOAHEHHbIE B 1910-x --- 1920-x
rojax, HE OCTaBJSUIM COMHEHHS B TOM, YTO IPHU KacTPalUU B3POCIBIX KpbIC U
MOPCKUX CBHHOK HPOMCXOJHUT CYLIECTBEHHOE M3MEHEHHE (heHOoTHna >HBOTHOIO,
KOTOpoe eme Oojiee YCWIMBAJIOCh MpPHU TPAHCIUIAHTAI[MM TIOJIOBBIX JKeJe3
IIPOTUBONOJIOKHOIO nona. [Ipu kacTpanuu My’>KCKUX 0coOel U TpaHCIUIAHTAlMU UM
SAUYHMKA HaOIoqaIn (heMUHHU3AIMIO )KUBOTHOTO. [Ipy KacTparuu >KkeHCKUX ocobe u

TPAaHCINIaHTAIUU UM CEMCHHUKA IMMPOUCXOJUJIa MACKYJIMHU3allWsl.

OnpIThl 1O KacTpalyy 3apoJbIIICHi MIICKONMUTAIOUIMX TOKa3alid, 4TO YJIaJICHHUE
SMYHUKA Y 0CO0EH )KEHCKOI0 10JIa HE BhI3BIBAET CYIIECTBEHHBIX N3MEHEHUMN: KaK U B
HOpPME y HHX MPOUCXOAMUT JereHeparusi Bonb(oBbIX MPOTOKOB, MpeoOpa3oBaHUE
MronepoBbIX MPOTOKOB B siIeBOAbBI; QopmupoBanue wmatku (puc. 23-17).
HaoGopoT, ynmanmeHue ceMeHHWKAa BBI3BIBaCT WHBEpCHIO auddepeHmaim,
CBSI3aHHYIO C T€M, UTO TOCJIE TaKOH oneparuu Boiab(poBbl IPOTOKU JeTreHepUpOBaIH,
TOrAa Kak MIOJUIEpOBHI MTPOTOKH Pa3BUBAINCH, 00pa3ysl JKEHCKUE IOJIOBBIE OPTaHBI.
[Ipu mepecajke CeMEHHHMKAa KAaCTPUPOBAHHBIM 3apOJBIIIAM C MY>KCKMM TE€HOTHUIIOM
pa3BUTHE MYXKCKOro (peHOTHIIa BOCCTaHABIMBAJIOCh. boiee TOro, TpaHCIUIaHTALUA
CEMEHHHMKA KaCTPUPOBAHHBIM U J1a)K€ HOPMAJIbHBIM 3apOJIbIIIaM >KEHCKOH MPUPOIbI
BbI3bIBasIa aTpoduio MIOIEpOBBIX MPOTOKOB U (OpMUpOBaHHE (DEHOTHITHMUECKUX

CaMIIOB.
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3aBucumocTs auddepennuanui BoirbGoBEIX MPOTOKOB OT TOPMOHAIBHBIX (HaKTOPOB
UCCIIeIOBaHa B YCIOBHUSX OPraHHOW KyJIbTYpHI in Vitro. Boab(poBbI MPOTOKH KPHICHI
KyJbTUBHPOBAIM Ha OOBIYHON cCpele; Ha Cpeae, COAEpXkaIlel SKCTPAaKT U3
CEeMEHHMKAa; Ha Cpele C J00aBJICHHWEM aHIPOTCHOB, W, HAKOHEI, Ha Cpee,
coZiepKalie SKCTPAaKT W3 AWYHMKA. Bonb(oBbl mpoToku audepeHInpoBaInuch
TOJIBKO BO BTOPOM M TPETbEM BapHaHTax, T.C. JIMIIb B TeX CIydasx, KOrja B
KyJIbTYPaJbHOW Cpele HMMEIHCh MYXKCKHE IIOJIOBBIE TOPMOHBI. TakuMm o0Opazom,
cyas0a Bomb(hoBBIX TPOTOKOB 3aBUCHUT HE OT KAPUOTHUIIA KYJIBTHBHPYEMOTO OpraHa, a

OT BCIIECTBA, CHHTEC3UPYEMOI'O B CCMCHHUKE, 4 UMCHHO OT TCCTOCTCPOHA.

[Ipu wuccnenoBanuu pa3BuTHs MIOUIEPOBBIX MPOTOKOB OKAa3aloCh, YTO OHU
3aKJIaJIBIBAIOTCA Y 3apOJbIIIEd W MYXKCKOM M JKEHCKOW MPHUPOAbI, HMEIOIINX
coorBeTcTBEHHO XY u XX TOJOBbIE XPOMOCOMBI. (OJIHAKO HTH MNPOTOKU
nereHepupytor y XY 3apojibllliel BCKOpe IMOcie 3akjJagku ceMeHHHKa. OHu
pa3BuBarOTCs 'y 3apoabimien XX, a Takke y KacTtpaToB. M3ydeHume pa3BuUTHSA
MiomiepoBbIX MPOTOKOB in Vitro Mmokasalio, 4YTO OHHM XOPOILIO Pa3BUBAIOTCS B Cpele
06e3 ropMoHOB, WHAM(PPEPEHTHH K aHAPOTEHAM, HO HE MOTYT pa3BUBAThCS B
MIPUCYTCTBUU CEMEHHHUKA, YTO YKa3bIBa€T HAa TO, YTO CEMEHHHUK CIIy>KMUT UCTOYHUKOM
HE TOJILKO TECTOCTEpOHa, HO U CHEHU(UYECKOr0 aHTH-MIOIIEPOBCKOro (akTopa,

MIPEACTABIISIIONIETO COOO0M MapakpuHHBIN O0enok u3 cynepcemericta TGF-p.

C Y4€TOM JAHHBIX O POJIM T'OPMOHOB CECMCHHUKA B Pa3BUTUHU IMPU3HAKOB I10JIa MOXKHO
BBIJICIIUTh TPU OCHOBHBIX JTana JIETCPMHHAIMU TOJa y BBICHIMX (TUIAICHTAPHBIX)
MJIEKOIHUTAIONINX: 3aKyafKa UHIU(P(HEPEHTHON TOHA/IbI; IeTEPMUHAIIMA 110J1a TOHAIbI
u ee mepBuuHas auddepeHmanys, ¥, HaKOHEI, TOopMOH-3aBucuMas (asza

g epeHnrany nona.

IepBblif 3Tan cBsizaH ¢ akTuBHOCTHIO reHoB WT1 u SF1 (puc. 23-18) . T'en WTI,
Haxo[sIuics y yenoBeka B 11-0i XpoMoOcoMe, OTBETCTBEHEH 3a BO3HUKHOBEHHUE
onuoit u3 gopm nerckoro paka (Wilmstumor). Ero myTamuu BBI3BIBAIOT TSKEIOE
HacneactBeHHoe 3aboneBanme (DDS, Denis-Drash Syndrom), mpu koTopom
MIPOUCXOJAT Pa3HOOOPa3Hble HAPYLICHHUS PAa3BUTHUS MOYEK, FOHAJ, ITOJIOBBIX OPTaHOB,

a vacto u pesepcus mnona. Ilepuunas oskcnpeccuss WTI 'y 3aponplieit
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MJICKOTIMTAIOIMINX ~ HaOmIofaeTcs B KiIeTKax eme  HeaudQepeHIInPOBaHHOTO
yporeHutaabHoro rpedns. Hynb-myTtanus W71 npuBOIUT K TIOJTHOMY HEAOPA3BUTHIO

TroHaa H IIOYCK.

Baxxuyto posb B 00pa3oBaHuM TOHA Urpaet takke red SF1 (Steroidogenic factor 1),
0€JI0K KOTOpOTO SIBISIETCS SIEPHBIM PEIenTopoM opdaHa, KIFOUEBOTO PEryysTopa
(GEepMEeHTOB, YyYaCTBYIOIIMX B OOpa30BaHMM TIOJOBBIX TOPMOHOB. JTOT T€H
IKCIIPECCHPYETCS HAa CaMOM pPAaHHEM OJTarleé Pa3BHTHUS TOHAJ B YPOTCHUTAIHLHOM
rpebHe 3apofpllieil He3aBucuMo OT wux mona. I[lozgnee oskcmpeccuss SFI
MPOJIOJKAETCSl B 3a4aTKe CEMEHHHKA, HO IMpEphIBacTCs B 3auaTke suyHUKa. [Ipu
HYJIb-MYTAIITUH 3TOTO TE€Ha Pa3BUTHE TOHAJ HAPYIIACTCS W OHH JICTCHEPHPYIOT.

OnHoii u3 muteHei rena SF/ apnsercs reH aHTU-MIOJIIIepoOBCKOro akTopa.

JlerepMuUHAIHS [T0J1a TOHAIBI 00YCIIOBICHA aKTUBHOCTHIO TeHOB SRY n DAX (puc. 23-
18). BbUIO yCTaHOBJIEHO, 4YTO TIPH YTpaTe KOPOTKOro r1iedya Y XpPOMOCOMBI
pa3BUBAIOTCS KEHCKHE 0cOoOM, TOrJa Kak yTpaTa JJIMHHOIO Ijieya HE CKa3blBAeTCs
BUIMMBIM 00pa3oM Ha JAETepPMUHAIMM MYXKCKoro mona. M3 stux HabmoaeHuit
cieaoBaio, uto reH TDF, nerepMUHUPYIOMNA Pa3BUTHE CEMEHHHMKA, PACIOIaraeTcs
B ydYacTKe KOpOTKoro Iuieya Y Xpomocombl, anuHoi 35 Kb. Cnonrannas
TpaHciaokanus 3toi crenudpuyeckoit JJHK B ayrocomsr unu X xpomocomy nNpuBOAUT
K pa3BUTHIO MY>XCKuX ocobeit XX. Yrtpara sroit oomactu JIHK ciyxut nmpuauHoi

BO3HUKHOBEHHUS KEHCKUX 0c00¢eil ¢ reHoTUIioM XY.

bonee Tounast nokanuzauuss TDF mnpuBena k oOHapyxeHuto reHa SRY (Sex
Determimig Region of the Y), KOTOpbIi KOJUPYET TPAHCKPUILIUOHHBIA (akTop -
0enok, cocrosmmii u3 223 aMUHOKHUCIOTHBIX OcTaTKoB (puc. 23-19). B atom Oenke
MMEETCs Y4YacTOK, HACUUTHIBAIOIMNA 79 AaMUHOKMCIOTHBIX OCTAaTKOB - Tak
HasbiBaeMblii HMG Ookc (high mobility group box). Dtor y4acTok oOecrieunBaet
CUKBEHC-cneruduueckoe cBs3piBanue Oenka ¢ JIHK. [lpu sToM OH BBI3BIBacT
xapaktepHoe u3rubdanue monekynsl JJHK nmox yrmom 70 - 80 °. Metogom GnoTTHHra
nmo CaysepHy mnokazaHo, uto mnocienoBatenbHocTh JHK, comepkamas SRY
MpaKkTUYECKH Bceraa (00 HMCKIIOYEHHH CM. HW)KE) HMEET MECTO TPH Pa3BUTHHU

MY>KCKOro (peHOTHNa, HE3aBHUCHMO OT TOT0, KaKOW reHOTUmn --- XY wim XX ---
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XapakTepu3yeT NaHHYI0 0coO0b. [y pa3BUTHA KEHCKOro (eHOTUNa 00s3aTeIbHO

otcytcTBUE SRY.

OnpIThl 1O MWHCEPUMHU KJIOHHUPOBAHHOTO TreHa Mbld Sry B XX TE€HOM
OIIOIOTBOPEHHOrO siiilia MblmM, korma ¢parmentsl JIHK, conepxkamme Sry,
WHBELUPOBATU HEMOCPEICTBEHHO B IIPOHYKJIEYCHI, yOeIuTeNnbHO
CBUCTEIHCTBOBAIIA, YTO TAKOW MEPEHOC eOUHCMBeHHO20 TeHa B TE€HOM KEHCKOM
MPUPOIBI BBI3BIBACT TpaHcopmMaluio mosa. Y 3apoabimeit XX mocie uHcepuuu Sry
Pa3BUBAJIUCh CEMEHHUKH W JAPYIME€ MYXKCKHE IOJIOBbIE OpraHbl. M3 3THMX MaHHBIX
BBITEKAET OYEHb BaKHBIN BBIBOJ], @ UMEHHO, YTO B ayTOCOMax U X XpOMOCOME MBIIIN
UMEIOTCS BCE HEOOXOJWMBIC IS Pa3BUTHS MYXKCKOTO (EHOTHIIA TEeHBI 3a

WCKJIIOUYCHHUEM JIUIIb S7y.

Okcrpeccust TeHa Sry HauMHAeTCsl B KJIETKax MOJIOBOro rpeOHs. Y MBIIIM Hayallo
skcnpeccun Sry Habmronaetrcs Ha 10,5 cyTku mocne cnapuBanus. [Tuk skcrpeccuun
npuxoautcs Ha 11,5 cytku, Ha 12 cCcyTku, T.e. meped HA4YaJIOM TOJIOBOU

nuddepeHranun roas, SKCIpeccus yracaer.

N3BectHO Gonee 20 myranwmii reHa Sry. Bece oHM --- KpoMe OJHOM --- 3aTparuBaroT
JIHK-cBsi3p1Baronyto o6iacts. MyTtanuu B oo6mactu HMG-00okca BeayT K CHUKEHHUIO
cneruduueckoro cpsizpiBanus ¢ JJHK unm naxe x ero yrpare. MccnenoBanue 3Tux
MyTanui nokasano, uto JIHK-ces3piBaromas u JJHK-u3rubaromas ¢ynkuun Oenka
SRY pazo6mensl. [Ipu myTamusax SRY Habmromaercs peBepcHs Ioja, MPU KOTOPOM

oco0u ¢ MYKCKHUM I'CHOTHUIIOM Pa3BHUBAIOTCA KaK KCHCKHUC.

I'en SRY HeoOxoauM, HO HEIOCTATOYEH ISl JACTEPMHUHAIIMM MYXKCKOTO MOJa: IS
pa3BUTHS CEMEHHHMKOB TpeOyIOTCS U Jpyrue TreHbl. Y ueloBeKa IpU BHEIIHE
HOpMaslbHOM TeHoturie 46, XX wm3peaka (1 caydait w3 20 000) nHaGmromaercs
peBepcust MM OOpallleHHe I10Jla, B pe3ylibTaTe KOTOPOH BO3HMKAET MYKCKOU
¢denorurr. B OompmmHCcTBe Takux ciaydaeB B JIHK peBepTHpoOBaHHBIX 0coOei
oOHapy’KuBaeTcs TpaHcIonupoBaHHbId TeH SRY. Oxanako npumepHo B 20% ciyuyaeB
y peBepTaHTOB TeH SRY He oOHapyXHUBaeTCs. ITO MOXKET ObITh OOBSICHEHO JIHIIb

MYTaHI/IeI\/'I T'¢Ha, CBA3aHHOI'O C pPasBUTHEM CEMCHHHKA, HO AaKTUBHOCTH KOTOPOI'O
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OOBIYHO MHHUIMHpYETCs reHoM SRY, Tak 4TO B OTCYTCTBMM SRY HOpPMaJbHBIM T'€H-

MHIICHBb JOJI?KEH HAXOAUTHCS B ITOKOAIIEMCSI COCTOAHHNU.

OnHUM U3 TEHOB, KOTOPHBIH, MO-BUAMMOMY, HAXOJIUTCS TIOJI KOHTPOJEM Sry SABISICTCS
red Sox-9 (u3 cemeiictBa SOX, SRY-box-related, mmeromux, kak u Sry B CBOEM
COCTaBe 3BOJIOIMOHHO-KOHCEpBATUBHYIO o0yiacth HMG-box). Dkcmpeccus Sox-9
IIPOMCXOIUT TOJBKO y ocoleil ¢ reHotunom XY, ee HeT y ocobeit XX. DTOT reH
AKCIIPECCUPYETCs B KJIETKAaX TOJOBOrO IpeOHs BCIE 3a dKcmpeccuei Sry. Myranus
Sox-9 ABISE€TCS MPUUYUHON BPOXKICHHOW kamnmomenuu (OT Tped. KOUMT® --- THYTb,
naT. -melus --- B KOHIIE C0Ba --- KOHEYHOCTD), 0OJIE3HU, MMPU KOTOPOI HapYIIAIOTCS
HOPMaJIbHOE PAa3BUTHE CKEIIeTa, a TaK)Ke CTPYKTYphl B (QYHKIUUA OPOHXOB M Tpaxew,
YTO W MPENONpPeaeIseT JeTAIbHBINA UCX0A. Y 75% TEHOTUITHMYECKH MYKCKHX 0COOei
C CHHAPOMOM BpPOXJCHHOW KAMIOTOMEIWM MPOUCXOJAUT PEBEpPCUS TMoja C

00pa3oBaHNEM KEHCKHX 0COOEH Min repMapoInuTOB.

O cymiecTBOBaHWU T€HOB ayTOCOM, KOTOPBIE HAXOMSTCS O] KOHTPOJIEM TeHa Sry u
YYacTBYIOT B Pa3BUTHUU CEMEHHUKOB, CBUJIETEILCTBYIOT OMbBITHI MO CKPEIIUBAHUIO
camioB Mus domesticus ¢ camkamu Mplmred muaud C57BL. ¥V moTOMKOB OT Takoro
CKpEIIMBaHUs HAOI0IaeTCsl peBepCHs Moja. Y TeHOTUIHYECKH MYKCKUX 3apOJIbI

pa3BUBAIOTCS KaK KeHCKue ocoOu. [pyrumu ciioBamu, HU30BITOYHOE KOJTUYECTBO
o6enxka DAXI1 momasnsier naeiictBue Oenmka SRY, KOTOpBI B 3THUX YCIOBHSAX HE
CrocoO€H HaNpaBUTh Pa3BUTHE OWMOTCHIIMAIBHOTO 3adaTka TOHAABl 1O IyTH

(dhopMUPOBaHUS CEMEHHUKA.

AHanus cTpykTypbl TeHa DAX] CBUAETENBCTBYET, YTO KOHTPOJIUPYEMBI UM OeIoK
OTHOCHUTCSI K CEMEWCTBY SAEpPHBIX peLenTtopoB ropmMoHoB. Ha panHux 3Tamax
pasButus DAXI skcnpeccupyercs B KIETKax IOJIOBOIO I'peOHsA y 3apofbliel ¢
MyxckuM (XY) u sxxerHckuM (XX) renotunom. Heckonbko mo3aHee, Korga HAaYWHAET
akcnpeccupoBatbesl TeH SRY, skcnpeccuss DAXI y 3aponpliieid My»CKOM MPHPOJIbI
IIPEKPALLAETCsl, HO MPOJO/DKACTCA y 3apOoJbIIel KEHCKOW MNpupoasl. ITa
0Cc00eHHOCTh AKcnpeccun DAXI oOBsICHAETCSI HETaTUBHBIM KOHTPOJIEM CO CTOPOHBI
SRY. AHTaroHuctuyeckue OTHoIIeHUsI Mexay SRY m DAXI HOCAT, OIHAKO, HE
OJTHOCTOPOHHUI XapakTep: Ipu YBEIWYeHMHM [J03bl TeHa DAXI, BbI3BaHHOU

OYTUTUKAIMEH COOTBETCTBYIOMIEH o0yactu (QyHKmuoHUpyromeid X XpOMOCOMBI,
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MIPOMCXOIUT peBepcus nosa 3apoasiei XY. Oxazanocsk, uto 6e1ok DAX1 obpasyer
BMmecte ¢ SF1 rerepoaumep DAXI1/SF1, KOTOPBI BBIKITIOYAET SKCIPECCHIO T€HOB
Sox9 m Amh, npu HOpMaJIbHOM pPa3BUTUM HHULUHUpyemylo Oeinkamu SRY u SF1

(puc.23-20).

Kputnueckoe 3HaueHue il 1eTEpMUHALMN STMYHUKA UMEET TaKKE U I'e€H ayTOCOMBI
Wnt4a sxcnpeccusi KOTOPOro HauMHaeTcs Ha MHAUGGEPEHTHON CTaguu pa3BUTHS
TOHa/bl. Y 3apojblieii ¢ TeHOTUIOM XX OHa MPOJIOJIKAETCS B MEpHO 00pa30BaHUsS
sudHUKa. Y 3aponbimeit XY ¢ HadajgoMm auddepeHnmnanuu ronan sxcnpeccuss Wntda
npekpamaercs. Myrauuun Wnt4a BenyT K DKCIPECCHMM TECTOCTEPOHA W aHTHU-
Mi0/IEpOBCKOTO TOPMOHAa CO BCEMH BBITEKAIOUIMM U3 3TOr0 OOCTOSATENbCTBA

OCICACTBUSAMH.

VY npexacraBuTeNneil HHU3IIMX MJICKONHTAIOIIUX M3 OTpAda CyM4YaThiX (OTpsin
Marsupialia) MexaHu3M JeTepMHUHAIIMH T10J1a 3aMETHO OTJIMYAETCS OT OMMCAHHOTO. Y
’KMBOTHBIX 3TOI I'PyMNITBl HEKOTOPIE MPU3HAKH MOJOBOTO AUMOpP(H3Ma MOSBISIOTCS
Ha CTaiMsX, TNPEIUIECTBYIOMUX IU(QPepeHInanud TOoHaJ, ¥, COOTBETCTBEHHO,
MOSIBIICHUIO TOPMOHAJIbHOTO curHama. Tak, y Bammabu oOpazoBaHHEe CEMEHHHUKOB
HAYMHACTCS TOJBKO ITOCIIE POKACHUS --- Ha 3-HMil ICHb Pa3BUTHS B CyMKE, TOTJa KaK
3a4aTOK MOIIOHKHU 3aKJIaAbIBaeTca U (hOpMUpPYETCs €lle B MEePHOA SMOPUOHAIBHOTO
pa3BuTHi. Takke W 3a4aTKH MOJIOUHBIX JKEJle3 Yy 3apOJbIIeld TEeHOTUITUYECKU
’KEHCKOT0 TIoyia 00pas3yroTcst 3a701ro a0 poxaeHus (puc. 23-21). MHTepecHo, 4TO
pa3BUTHE ITHX OPraHOB HE YYBCTBUTEIHHO K TOPMOHAJIBHBIM BO3AeWcTBUAM. Tak,
eclI HOBOPOXKJICHHBIM JKEHCKOTO TI0JIa WHBEIHPOBATH TECTOCTEPOH, TO MOIIOHKA
(scrotum) He pa3BHBaeTCsA, a MMEIOIIMECS 3a4aTKH MOJIOYHBIX JKeJe3 He
pe3opoupyroTcsi. AHaJIOTHYHO, MHBEKIUS )KEHCKOTO TTOJIOBOTO TOPMOHA JCTPAIHOIIa
HOBOPOX/ICHHBIM MY’)KCKOM TPHPOJBl HE WHTHOWpPYeT pa3BUTHSA scrotum H He
CTUMYJIUPYET pa3BUTHE MOJOYHOHM >eye3bl. TeM He MeHee T'eH Sry y CyMuaThIX
UMEETCS UYTO CBHJCTCILCTBYET B IOJI3Y MoOHO(pMIeTH3Ma mojakiacca Theria,
obbenunstomero cymuareix (Marsupialia) u manenrapusix (Eutheria). ¥ cymuarsix
sKcHpeccust Sry, TO-BUAMMOMY, Takke HeoOxoauma s JauddepeHranuu

CEMCHHUKaA.
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B cBere maHHBIX MO CyMuaTbIM HEJb3S MCKIIOYUTH TOTO, YTO BBIJIEJICHUE TPEX
OCHOBHBIX JTaloOB JETEPMUHALMU T1I0jJa Yy I[UIAUEHTAapHBIX MJICKONUTAOMNX, B
M3BECTHOM CTENEHU YIPOIIAET pealbHYI CUTyaluto. J(eMCTBUTENBbHO, HWMEIOTCS
CBUJIETEIHCTBA TOTO, YTO HEKOTOPHIC MPU3HAKHU IMOJIOBOT0 AUMOpHU3Ma 3apOAbIIICH
Eutheria mnosBnsitoTcs Ha JOMMIUIAHTAMOHHBIX CTaAMAX, T.6. Ha CTagusX,
MPEIIIECTBYIOIMUX TUCTOJOTHYECKOW AuQepeHIInanuu CeMEHHUKOB. B0O3MOXHO,
YTO TaK K€, KaK W y CyM4YaTbiX, HEKOTOpPhIE YEePThl IOJIOBOIO AUMOpdu3Ma
3apoAbIlIEH ONPENEsAIOTCS HEMOCPEACTBEHHO T€HOTUIINYECKH, a HE OMOCPEIOBAHHO
yepe3 TOPMOHANIbHbIE CUTHAIIBI. M3BeCTHO, Hampumep, 4To MpeauMIUIaHTAI[MOHHbIE
3apOBIIIN MY>KCKOUM MPUPOJIBI pacTyT ObICTpee, ueM XX 3apOABIIIN; €CTh YKa3aHH
Ha aHture”HHele paszmuuusad XX v XY DIpeauMIUIaHTAlMOHHBIX 3apOAbILICH; HE
HCKIIIOYEHO, YTO TeH Sry skcrpeccupyercss y XY 3apoAbllieidl Takxke J0 CTaauu

UMIIJIaHTaluu.

23.4. PaznooOpa3ue (popM JeTepMHUHAIUY 110J12 Y MHOTOKJIETOYHBIX )KMBOTHBIX.

['eTepoXpOMOCOMHBIN THIT JETEPMUHAIMU TI0Ja, Pa3HOOOpa3HBIE MOJIEKYJISPHO-
TCHETHYECKHUE MEXaHU3MBbI KOTOPOTO HM3Y4YCHBI B OOLIMX YepTax, KaK Mbl BHIEIH,
JUIIb Y HECKOJIBKUX BUAOB KUBOTHBIX, IIIMPOKO pactpocTpaHeH B npupoze. OnHo u3
€ro MPEUMYIIECTB COCTOUT B TOIICPX)aHUHM am@ocenuu (OT Tped. Guo® --- 00a;
Y€VOG ---TIPOUCXOKICHUE) --- PABHOTO YHCICHHOTO COOTHOIICHHS OCOOCH pa3zHOro
mona B momynsaruu. OngHako, aMmdoreHwss ~ He UCYepHbIBaeT €000l  Bcero
MHOT000pa3us sABJICHHs. Tak, B HEKOTOPBIX CIIy4asiX HAOIOaeTCs appernozenus (OT
rped. OppeVIKOG--- MYKCKOU) --- Pa3BUTHE B MOTOMCTBE OCOOCH JIMIIb MYKCKOTO
0JIa, YTO MOXKET OBITh 00YCIIOBICHO, HAPUMED, CIEIUICHHBIM C IOJIOM JIETAIBHBIM
(dakTOpOM, TPU HATUYMU KOTOPOTO 3apPOJIBIIIN >KEHCKOTO MoJia SIMMHHHUPYIOTCS.
AHAJIOTUYHO, B TTOTOMCTBE MOTYT BO3HUKATh WCKJIFOUUTEIHHO JKEHCKHE OCOOH ---
SIBJICHHE, Ha3bIBaeMoe menueenuel (0T Tped. Talg --- neBurna). [IpuauHsl cMemeHus
KOJIMYECTBEHHOTO COOTHOUICHUsI OCOOEH pPa3HOro Immojia B TIOTOMCTBE JalieKO He
pacKpbIThL. VMI3BEeCTHBI cilydan, KOT/Ia COOTHOIIICHHE MYXKCKHUX U JKEHCKHUX 0co0eil B
MMOTOMCTBE 3aBHCHUT OT TOTO WJIM HWHOTO COYETaHUS POIUTEIhCKHX map. Tak,
HampuMmep, y mnonuxetbl Nerilla antennata CcymecTByeT CJOXHAs CHCTEMa
POIUTENBCKUX TAp: €CTh am@oceHHble Tapbl, B MOTOMCTBE KOTOPHIX HUMEIOTCS U

MYXKCKHUE M XCHCKHC OCO6I/I; C€CThb cemumeniuceHHoble Tapbl, JAIONKME B OCHOBHOM
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CaMOK; U, HAKOHCL, CCTb appeHOoceHHble T1apbl, B IOTOMCTBC KOTOPBIX Hp€06HaHaIOT
MYXKCKHUEC ocobu. YKa3aHMEM Ha BO3MOXKHOCTh JOCTAaTOYHO CJIOKHOT'O MEXaHH3Ma
ACTCpMUHALIMKU TI0JIa MOTYT CIYXUTb YKC YINOMHHABHIUCCA JAaHHBIC 00 3TOM

niporiecce y ocel Habrobracon juglandis.

IIporamuoe omnpenenenue mosaa. Mrak, reHeTHYECKU MON OCOOM, KaK MPABHUIIO,
MpeAoNpeaeNseTcs] MPU MYKCKOM TeTeporaMeTHH IOCJ€ OIUIOJAOTBOPEHUS, a B
cllydae »KEHCKOM IeTeporaMeTuu y>K€ B MOMEHT PEIyKLHMOHHOIO IEJIEHUS OOLUTA.
OpHako, U3BECTHBI ClTydad, KOTJla 00pa3yroTCs «KEHCKUE» U «MYKCKHE» OOLUTHI y
KUBOTHBIX C MYXKCKOW rereporamerueil (cammpl XY, camku XX). B aToM ciyuae
TOBOPST O npo2amHoM OlpeneraeHuu noiua. [IporaMmHoe onpezeneHue mnoia onucaHo,
HarpuMmep, y apxuanHenuabl Dinophilus gyrociliatus, xoTopas XapaKTepH3yeTCs
pPE3KUM MOJOBBIM aAuMophu3MoM. Ecim caMKM 3THX MHUKPOCKOIHMYECKUX YepBel
JOCTUTAIOT B JUIMHY | MM, TO X KapJUKOBBIE caMiibl He mpeBbiatoT 50 MxMm. CaMku
MIPOM3BOIAT ABA THUIIA ULl KPYIHBIE, U3 KOTOPBIX BIIOCIEICTBUU Pa3BUBAIOTCS OCOOU
KEHCKOTO TI0jla, M MeJIKHe, IpeaHa3HaueHHble i1 (OPMHUPOBAHUS CaMIIOB,

MMEIOIINX, KaK MOoJIaraloT, OJIHy HEeMapHyr Xpomocomy (puc. 23-22).

[IporamMmHoe ompeneneHue Mojia XapakTepHO ISl HEKOTOpbIX Tiel. Hampumep, y
Ouokcepsl U3 3UMYIOIIETO OIUIOJOTBOPEHHOTO sIIla pa3BUBAETCS OeCKpbLIas
CcaMKa-OCHOBAaTEIbHUIIA, KOTOpast pa3MHOKaeTcs myTeM JUTITIOUTHOTO
MapTeHOTreHe3a, 00yCIOBICHHOTO BBINAJICHUEM PEIYKIIMOHHOTO JeleHus Mmeiosa. B
OTIpeieNICHHBI MOMEHT MapTEHOTEHETUYECKOTO IIUKIIA BO3HUKAIOT KPBLIATBIE 0COOU
--- MONOHOCKHU. [lOIOHOCKM TIpeNACTaBICHBI  JBYyMs ¢GopMaMHu: OJHH OCOOH
MPOM3BOIAT  siilla  KPYyHHBIX  pa3MepoB  (<OKEHCKHE»), U3  KOTOPBIX
MApPTEHOTCHETHYECKIUM IIyTEM pa3BHBAIOTCS CaMKH, a JApyrue oOpa3yroT Oolee
MEJKUE «MYXKCKHE» sIiIla, U3 KOTOPHIX Tak)Ke MapTEHOT€HETHYECKH pPa3BHBAIOTCS
camipl. Kak mokazan eme Mopran (1909), «keHCkHe» U «MYKCKHe» silla
TUTUIOUIHBI, HO <OKCHCKHE» HMMEIOT TpU Mapbl XpoMocoMm (Aphis saliceti), a
«MYXCKHUE» --- Ha OJIHy XpOMOCOMY MeHblIe. B mporecce oorenesa y mpou3BOAsIIINX
«MYXCKHe» fila MIOJOHOCOK OAHAa M3 X XPOMOCOM yTpauMBaeTcs. JTH Allla MpU
CO3pPEBAaHMU BBIICISAIOT JIUIIbL OJHO HANPABUTEIBHOE TENbLIE U  OCTAIOTCS
IUTUIOMAHBIMU. B pesyrnbTare mapTeHoreHe3a Temepb yke 00paszyloTcs IMOJIOBHIE

oco0u, y KOTOPBIX T'aMETOTeHE3 COMPOBOXKIACTCS OOBIUHOW pEenyKIHed dvucia
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XpOMOCOM U 3aBepiiaeTcsi (OPMUPOBAHUEM TAIUIOUAHBIX MYKCKHX U IKEHCKUX
ramer. Y cammoB (X,0) oOpa3yioTcs aBa Tuma criepMaro3ougoB. OgHAKo, Kak
MOJIaratoT, MYKCKHE TaMeThl, JHIIEHHbIE X XPOMOCOMBI, MOTHOAIOT TaK 4YTO B
OIJIOJIOTBOPEHUHM y4YacTBYeT JMIIb OJUH Tun crnepmueB (2A,X), KoTopsle,
OTUIOAOTBOPSIsA siIeBbIe KIETKH (2A,X), JaloT Hadajao 3UMYIOMEH JUIUIOUTHOMN

dbopme --- camke-ocHoBaTenbHUIE (4A,XX) (puc.23-23).

Takum o00pa3oM y caMOK TJIed C XPOMOCOMHBIM Ha0OpOM, XapaKTEPHBIM JUIS
roMOraMeTuH, TEM He MEHEe BO3MOKHO 0Opa30BaHUE JIBYX Pa3HbIX TUIIOB KEHCKHUX
raMmeT 3a CUeT JIMMHUHALMKU OJHOM M3 MOJIOBBIX XPOMOCOM. B oTinnune oT uCTMHHON
rereporaMeTiy, Mpu KOTOPOM pa3Hble THIBI TaMeT 00pa3yloTcs BCEMHU CaMKaMH, y
TIed HaOmojgaercs CHenuaau3alys CaMoK, MPOU3BOAALIMX TOT WIM HMHOM THII

OOIIMTOB.

deHoTHNINYECKOE ONpeAeleHHe MO0Ja. Y HEKOTOPHIX >KUBOTHBIX JETEPMUHAIUSA
nosia OOHapy’>KMBaeT BHUJIUMYIO 3aBHUCHUMOCTh OT (haKTOPOB Cpelbl --- HaIpHUMeEp,
TEMIIEpPATypbl WM KaKUX-TO UHBIX €€ COCTaBIAIOLIMX. B MpouuiomM 3TOT 3aBUCUMBIN
0T (paKTOpPOB Cpenbl peromunuyeckutl TUM AETEPMUHALINU T10J1a TPOTUBOIIOCTABIISIN
2eHOmunuYecKkomy, He3aBUCUMOMY OT cpenbl.. B HacTosiiee BpeMsl O4EBHJIHO, UTO
3TO MPOTHUBOIOCTABICHUE HEKOPPEKTHO, TaK Kak JelcTBHE (DAKTOPOB CpEbl

HEN30EKHO OIOCpCAYyCTCA MCXaHU3MAaMHU I'CHETHYCCKOI'0O KOHTPOJIA HAl PAa3BUTUCM.

Knaccuueckum mpumepoM (QEHOTUIIMYECKOTO OINpEeAeNieHUs Moja MOXKET CIYXKHUTb
sxuypuaa Bonellia viridis. bonennuu sSBISAIOTCS TOHOXOPUCTAMHU, MPHYEM IOJIOBOM
maMopdu3M y HUX pe3ko BblpakeH. Ecim camku nmocturaror 10 cM ¥ HMEIOT
JUTMHHBIA (10 1 M) X000TOK, TO KapJIUKOBbIE caMIlbl He PEBHIIAOT 1-2 MM. CaMiIlbl
BEyT, MO CYLIECTBY, Mapa3uTHUECKuil 00pa3 xu3Hu. OHM KUBYT B MaTKe CaMKU U
CIly’aT CBOEOOpa3HbIMU IKUBBIMH «CEMSIPUEMHUKaMHU». Y JUYMHOK IIOJI He
JETEPMUHUPOBAH; MPOIECC OMpEACNCHUs Mojia MPOUCXOIUT NuIlb Ha 8 - 10 meHb
nocye BbUTymJieHUs. [Ipu pa3BUTUM JMYMHOK B OTCYTCTBMM KOHTAaKTa C CaMKaMH
okoso 80% NMYMHOK MpeBpallaeTcs B >KEHCKHE ocoOu W Juiib 3% CTaHOBSTCS
camuamu,. OcTanbHBIE JHUYMHKU JAIOT HMHTEpceKcoB wiu morubator. Ecnmm ke

JIMYMHKU PAa3BUBAIOTCA B IIPUCYTCTBUH CaAMOK, TO OHH IMPUKPCIUIAIOTCA K TCJIy CaAMKH
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U B 9TOM ciayyae 10 75% IOTOMKOB pa3BUBAIOTCS KaK caMIlbl U JUIIb 15% Kak caMKu

(puc.23-24).

K coxaneHuio, JaHHBIX O peabHBIX MEXaHW3Max JCTEPMUHAINH T0JIa y OOHEIUTNU
HeT. XapaKkTep COOTHOUIEHHs O0cOoOel pa3HOro IMoja CIyKUT yKa3aHHEM , IO-
BUIMMOMY, Ha OTCYTCTBHE OCOOBIX MOJIOBBIX XpoMocoM. [lo-Bunumomy, y OoHEIINN
UMEET MECTO NONUGAKMOopuanbhas 0emepmuHayus noid, Ipu KOTOPOil CyIeCTByeT
MHOkecTBO  demunmsupywomux (F) wu  wmackynuamsupyoomux (M) TeHOB,
pa3dpocaHHBIX MO pa3HbIM XpomocomaMm (puc. 23-25). MacKynuHU3UPYIOIIHHA
(bakTOp CaMKH SBISETCS MOIIHBIM PEMPECCOPOM --- MPSIMBIM HJIM OIOCPETOBAHHBIM
--- F-renoB. B ycnoBusix nogasneHus skcnpeccuu F-reHoB nposiBiiseTcsi akTUBHOCTh

M-reHoB.

Cpenu 1mo3BOHOYHBIX (DEHOTUITMYECKOE OMPEICTICHUE T10JIa XapaKTepHO JIT MHOTHUX
penTuauii. Y HEKOTOPBIX BHUIOB SIIEPUIl, YEpemax M KPOKOJIUIOB BBISIBICHA
3aBHCHMOCTb I10JIa 3apOJIBIIIA OT TEMIIEPATYPHI, PU KOTOPOH MPOUCXOTUT Pa3BUTHE
suIl. Y HEKOTOPBIX XKUBOTHBIX (Agama agama, Aligator mississipiensis, Trachemys
Scripa) TpU TIOBBIIICHHH TEMIIEPATypbl PE3KO CHIKAETCS TMPOIEHT CaMOK B
MOTOMCTBE; Y MHOTHX 4epenax (Emys orbicularis, Testudo graeca), nHaodbopot, c
MOBBIIICHUEM TEMIIEPATypbl MPOIEHT CaMOK B IMOTOMCTBE pE3KO Bo3pacTaer. Y
HEKOTOPBIX BUAOB HaONomaeTcsi 0ojee CIOKHAs 3aBHCHMOCTH: MPH OTHOCUTEIHHO
HU3KON U OTHOCUTEIHHO BBICOKOM TeMIIepaTypax pa3BUBAIOTCS CAMKH, TOTa KaK Mpu

MIPOMEXKYTOUYHOM TeMIiepaType pa3BUBAIOTCS MY>KCKHe 0coOu (puc.23-26).

UyscTBUTENBHAS K TEMIIEpaType CTaius pa3BUTHA IPUXOAUTCA Ha IEPHUOL,
MPEAIICCTBYIOMUNA  MONOBOM  muddepeHnranud  TOHAI. Hanpumep, y
MHUCCHCCUIICKOTO aJUIMIaTopa OHAa HPUXOAMTCA Ha CTaJAMI0 II0JOBOTO TIPEOHS.
JlerepMUHAIMsI TI0JIa CTAHOBUTCS HEOOPATHMON IOCie BO3HHUKHOBEHUS pazIHuUil
MEXKIy XEHCKMMHM U MY>KCKMMHU TOHajgaMu. B Hacrosiee BpeMs yCTaHOBJIEHO, YTO
bemuHM3MpYyIOLee JecTBUE TeMIepaTypHOro (akTopa CBSI3aHO C aKTHUBAaIUEH
SKCIpEeccHH reHa apomarasbl. [losiBiIeHue apomarasbl ClIOCOOCTBYET MEPEKITIOUECHUIO
OuocuHTe3a Ha (HOPMHUPOBAHME JKEHCKMX IIOJIOBBIX TOPMOHOB, B YaCTHOCTH,

scTpaauona (puc.23-27).

187



Takum oOpa3oM, y penTwiui, Kak U Yy OXUYpUJA, TECHETUUECKUH MEXaHHU3M
ompenenaeHus: moyia o0ycnoBieH auddepeHInanbHON aKTUBHOCTBIO T€HOB MCXOTHO

T'CHCTHNYCCKU 6I/ICCKOyaJ'ILHBIX SapOHBImeﬁ.
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