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SABneHue CKEMJIMHTA, T.€. COXpaHEHUE MPOITOPILIMI MPOCTPAHCTBEHHOM pa3MeTKU SMOPUOHA ITPU U3MEHE-
HUU ero pa3MepoB — Haubosiee XxapakTepHast 0COOEHHOCTb SMOPUOHAIBHBIX MOPMOTEHETUIECKUX TTOJICHA.
BrutoTh 10 HaCTOSIIIIETO BpeMEHU TMOIBITKY MTOHSITh MEXaHU3Mbl CKEMJIMHTA CBOIMJIMCH K CO3JIaHUIO U aHa-
JIN3Y TIOBEICHUSI TEOPETUIECKUX MOZIEJIeH, B TOM MW MHOM Mepe BOCTIPOM3BOISIIINX 3TO SIBICHUE in silico.
JIuib cpaBHUTEILHO HEJABHO MPU CO3MaHUM TaKUX MOJEJIei aBTOPBI CTAJIM UCITOJIb30BaTh SKCIIEPUMEH -
TaJbHBbIC JaHHBIE O KOHKPETHBIX TeHAX U MX ITPOIYKTaX — CEKPETUPYEMBIX OeIKaX — UACHTU(UIINPOBAH -
HBIX B XOJI¢ U3Yy4YeHUS pa3IMYHBIX MOJIEKYJISIPHBIX MEXaHU3MOB B aMOpuoreHe3e. OqHaKO 10 CUX ITOP B JIU-
TepaType He ObUIM OIMMCaHbBI TTOAXOIBI TS 1eJIeHAPaBICHHOTO BBISIBICHUS TEHOB U OEJIKOB, HEOCPe/I -
CTBEHHO OTBETCTBEHHBIX 32 SMOPUOHAJIbHBINM CKeiIMHT. PazpaboTka TaKux MOAXOA0B U MPUMEHEHUE UX
Ha MpaKTUKe — BaKHas 3a1a4da OyaylIux uccienoBaHuii. B HacTosimemM o630pe paccMaTpUBaIOTCSI OCHOB-
HbIE COBpEMEHHBbIE MyOJIMKAIUK, TTOCBSILIEHHbIE TTPO0eMe SMOPHUOHAIBHOTO CKEMIMHTa U BO3MOXKHBIM
MOIX0AaM K U3yYEeHUIO0 MEXaHU3MOB 3TOTO SIBJICHUSI.
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BBEAEHME

Boripoc o MexaHM3Max peryssluu MpaBUIbHON
o0l11Ieit CTPYKTYpbl SMOPHMOHA B 3aBUCHMOCTH OT €T0
pa3MepoB SIBIISIETCSI OMHUM 13 HanboJiee BaxKHBIX BO-
TPOCOB OMOJIOTUH, TTIOCKOJIBKY MMEHHO CITOCOOHOCTh
K Takoil peryasuuyd Haubojee OTYETIUBO AEMOH-
CTPUPYET OTJINYME XUBBIX OPTAHU3MOB OT OOBIYHBIX
00OBEKTOB HEXXMBOU MPUPOAEI M CBUACTEIBCTBYET 00
0COOBIX MeXaHU3Max, YIpaBISIOIIMX 3MOPUOHAJb-
HBIM pa3BuTheM. OcOOEHHO HEOOBIYHO BBITIISIASAT Ta-
K1e SMOPMOHAJIbHBIE PETYJISIILINM, IIPA KOTOPBIX IIPO-
MOPLMOHAIBHO CIIOXKEHHBIN, HO MaJICHbKUI SMOpU-
OH pa3BUBACTCS M3 IIOJIYYEHHOIO B pe3yJIbTaTe
omnepanuu (parMeHTa MCXOTHOIO 3apoblllia HOP-
MaJIbHBIX pa3dMepoB. Takue peryasiiiuu WHOrma Ha-
3pIBAIOT — JAPUIIEBCKUMM, B YECTh HEMEILIKOTO yde-
Horo, pabotaBmiero B Poccum Ha pydexe XIX m
XX BekoB, I'anca [pwuilia, KOTOpPBIA BHEpPBbIC IIO-
JIPOOHO oIrcaj JaHHBIN TUIT PEeTYJISIINKA Y MOPCKOTO
exa (Driesch, 1891). Tax:ke B mocienHee Bpemsi oi00-
HbII TUIT SMOPUOHAJIBHBIX PETYJISILIMI YaCTO HAa3bIBAIOT
CKeimHTroM (OT aHIJIL. “scale” — maciTal), MMesl BBU-
Iy COXpaHEHME IIPaBWJILHBIX IIPOIIOPLIMI 00pa3yro-

IIUXCSI CTPYKTYp NMpU U3MEHEHMHU Maclilutaba Bceit

MIPOCTPAHCTBEHHOM pa3MeTKN 3MOpUOHA.

CoBpeMeHHOe KOHIIENTyaJlbHOE ONMCAaHUE MeXa-
HU3MOB CKEMIMHTA OIIMPAETCS Ha TO, YTO B KOHTPOJIE
LEJIOCTHOCTH 3MOPMOHAJIFHOIO Pa3BUTUSI OOJIBIIIOE
3HaYEHUE JOJKHBI UTPAaTh MeXaHU3MBbI T.H. HEpaBHO-
BecHOil (muccumnatuBHOIT) camoopranu3auuu (be-
JuHIeB, 1983; Meinhardt, 2008; Dawes, 2010). B pe-
3yJIbTaTe B pa3BUBAIOIIEMCsI SMOpUOHE (hOPMUPYIOT-
csl KpyIHOMAacCIITaOHbIe JUHAMUYECKNE CTPYKTYPHI
Pa3IMYHOM MPUPOALI, T.H. MOP(HOTCHETUIECKIE T10-
Jis1, obecrneuynBarollue COrJIacoBaHHYIO IHpdepeH-
LIPOBKY COCTABJISIOIINX €T0 KJIETOK M CIIOCOOHBIE K
CKEMJIMHTY IIpM M3MEHEHUU pa3MepOB 3MOpHOHA
(Levin, 2012). OnHako A0 CUX MOP KOHKPETHAasl TIpu-
po/ia MOJIOOHBIX IMHAMUYECKUX CTPYKTYP B IIPUMEHE -
HUU K KMBBIM 00BEKTAM OCTAETCS C1a00 M3y4EeHHOM.
Haubonee pacripocTpaHeHHBIM SIBJISIETCSI MpEICTaB-
JIEHHE O TOM, YTO TaKUe CTPYKTYphbl (DOPMUPYIOTCS B
pe3ynbTaTe HEIMHEMHBIX B3aUMOIECTBUI crietinu-
YeCKUX 0eJIKOB — MOp(doreHoB — 1P OYHIANPYIOLINX
BHYTPM 3apOoAbIllia U B3aUMOASICTBYIOIINX, KaK IPYT
C IpyTOM, TaK Y BJIUSIOLIMX Ha KCIPECCUIO CBOUX
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COOCTBEHHBIX T€HOB. Takme CUCTEMbl HEJIMHEHHO
B3aUMOJICHCTBYIOIIMX MOPGOreHOB OTHOCSTCS K
KJIacCy T.H. peaKIMOHHO-TU(P(PY3MOHHBIX CHCTEM
(P cucteM) — pa3HOBUIOHOCTb HEMMHEHHBIX O~
¢depeHIIMaTbHBIX YPaBHEHUI B YaCTHBIX MPOU3BOI-
HbIX (YpUIl). Cuutaercs, uto nuddy3noHHbIe Ipa-
IMEeHTHI MOP(OreHOB, POPMUPYIOLIMECS B PE3yJIbTaTe
camoopranmuzanun P/l cucreM, oOpraHmsyioT MOpo-
CTPaHCTBEHHYIO pa3MeTKy 3MOpHOHA TaK, YTO pa3HbIC
IIOPOTOBbIe KOHIIEHTPALIMK BIOJIb I'pageHTa JaHHO-
ro Mop@oreHa BKJIIOYAIOT pa3Hble TeHHBIE aHCAaMOJIN
(Wolpert, 1969; Meinhardt, 2009; Wartlick et al.,
2009). B pesynbTaTe BOOJIb 3TOrO rpagueHTa (POpMu-
pyeTcsl ynopsiioueHHOE MPOCTPAaHCTBEHHOE pacIipe-
JIeJICHUE Pa3IMYHBIX TUITOB KJIETOYHBIX IuddepeH-
mupoBok (Wartlick et al., 2009). Ilpenmonaraercs,
YTO CTPYKTypa 3MOpMOHA MOXET pPeryJuMpoBaThCs
MMEHHO IIOTOMY, YTO OCOOEHHOCTBIO OIIPEIEIsTIO-
II1MX €€ CAaMOOPTaHM3YIOIINXCS IPageHTOB MOP(O-
TEHOB SIBJISIETCSI CTTOCOOHOCTb K PETYJISILIMM B 3aBUCH -
MOCTH OT OOIIUX pa3MEePOB SMOPUOHA — T.€. CIIOCO0-
HOCTb K cKenmHry. OYeBUIHO, 4YTO IIOIOOHBIN
CKEMJIMHT TOJIKEeH OCYILECTBISATHCS TAKUM 00pa3oM,
4TOOBI TPaJfUEHT OJHOIO M TOTO Xe MopdoreHa B
OOJIBIIIOM 1 MaJI€HBKOM 3MOpHOHE MMeN Obl OaMHA-
KOBBIII HA0Op ITOPOTOBBIX KOHIIEHTpALUii, pacrojo-
KEHHBIX IPYT OT JIpyra Ha pacCTOSHUSX IIPOIOPILIO-
HaJIbHBIX OOILIMM pa3MepaM SMOproHa (T.H. CBOMCTBO
MacIITaOHOM WHBApPUAHTHOCTH WM CKEHJIWHTA)
(Shingleton et al., 2007; Umulis, Othmer, 2013).

BWJ1bl MOJEJIEM MOP®OTEHE3A

PaGotel A. Teiopunra (Turing, 1952) ¢ nepBbIMU
a0CTPaKTHBIMM MaTEMaTUYECKUMU MOJIEJISIMUA MOp-
dorenesa u pabortsl JI. Bonenepra (Wolpert, 1969),
o¢opMUBILIHE TIOHITHE “MOpdoreHa” Kak HOCUTEJIS
MO3ULIMOHHOI MH(pOpMaLIuK, CTaJIM OTIIPABHO TOU-
KOH IJisT MOIEIMpPOBaHUS OMOJIOTUIESCKOTO MOp(o-
reHesa M, B TOM YHUCJE, SIBJIEHUSI SMOPUOHAILHOTO
ckeiinunra. Ilpuuem ThlopuHr, Oyaydyu MaTeMaTu-
KOM, HE€ CJIMIIKOM MpEeACTaBisyl, KaK peaqnu3yercs
BBEJICHHOE UM aOCTpaKTHOE MTOHITHE “MopdoreH” u
dokycupoBascs Ha TPUHIUITUATBHON BO3MOXHOCTHU
CO37aHMSl MPOCTPAHCTBEHHON HEOAHOPOIHOCTH.
B Tto xe Bpems Bombrnepr, Oynmydu Oumosiorom, He
CJIUIIIKOM 3a/laBaJICsl BOIMPOCOM O MPOUCXOXKIEHUU
MPOCTPAHCTBEHHOU HEOJHOPOMHOCTH, a (POKYCUPO-
BaJICS Ha TOM, KaK WMILUIEMEHTUPOBATb IPaauEHT
Mopdorena B mmddepeHOINPOBAHHYIO CTPYKTYDY.
HexkoTopsie 3apyOeskHbBIE aBTOPHI IO CUX MOp pas3fe-
JISTIOT 3TH IToaxoakl Ha “reaction-diffusion” u “posi-
tion-information” (Green, Sharpe, 2015), Torma Kkak B
NeMCTBUTEILHOCTU 3TH B3Il HA MOP(OTEeHE3 HU-
Koraa Ipyr Apyry He MPOTUBOPEUYIIN.

Pa6ora TriopnHTa mojroe BpeMs TOMUHUpOBaia
B MOJEJIMpOBaHMU MopdoreHes3a, XoTs OTBeyajia Ha
JOBOJILHO JIOKAJIBHBII BOIIPOC O (HPOPMUPOBAHUU
MEPBUYHON HEOTHOPOIHOCTH B MCXOOHO TOMOTE€H-

Hoi cucteme. OHa IIpeaIioiarajia Haau4due KaKk My-
HUMYM JIByX MOpPGOTeHOB, HEJIMHEMHO B3aUMOJIEeii-
CTBYIOIIMX MEXIYy COOOM M IMPU 3TOM 3HAYUTEIBHO
paznIMyaommuxcs mo mnoaBikKHoOcTIM. IlepBreie ce-
pPbE3HBIE MOJIENIN, peanu3yloliue uaeu ThiopuHra B
BUJEC HeCKOJIbKUX cucTeM YpUIl, mosiBiasitoTcst B pa-
oore ['mpepa—Meiinxapra (Gierer, Meinhardt, 1972;
Meinhardt, 2009). IIpocTpaHCTBEHHO HEOIHOPOI-
HbIEe CTallMOHapHbIe pemieHus 3Tux YpUIl cBsa3biBa-
JOT ¢ TpageHTOM HeKoToporo ¢dakropa nnddepeH-
nupoBku. Konkperno I'mpep n MeitHxapaT B cBoeit
paboTe MOMNBITAIMCh MOACINPOBATh (DOPMUPOBAHUE
rpamreHTa MopdoreHa, onpenesero nnddepeH-
LIMPOBKY TOJIOBBI TUAPHI MpU pereHepanuni. OgHaKo
MaTeMaTudeckasi hopMa IMpelJIOXKEHHBIX UMU ypaB-
HEHMIT OKa3ajach Ype3BbIYAHO yIaYHOI 1 UCHOJIb-
3yeTcsl 0 CUX MOp B MOJEJIMPOBaHUM (hOpMUPOBa-
HUS TpaJyieHTa CaMbIX pa3HOOOpa3HbIX MOP(GOTCHOB.
OueHb NOITYJIIPHBIMUA BO BTOPOIA ITOJIOBMHE ABaIIla-
TOTO BeKa ObLIM MoAeau (POPMHUPOBAHUSI OKPACKU,
OISITHEHUS IIKYp, KPbUILEB 0a0OYEK, Yellyu pPhIO
(Murray, 1993). D10 OBLIO CBSI3aHO C TE€M, YTO IIPO-
CTPAHCTBEHHO HEOTHOPOIHBIE CTPYKTYpPhI, KOTOPHIE
o0pa3yroTcs B Mofessix tuia [ upepa—Melinxapara,
3a4acTyi0 OY€Hb HAITOMMHAIOT PaCKpPacKy KMBOTHBIX
BU3YyaJIbHO.

B tex ciyuasx, Kkorma rpamueHT MmopdoreHa ¢op-
MUPYETCs 3a CUET UCXOTHOM “MaTepUHCKOI” HEOTHO-
POIHOCTH, IIPUHUMUIIELI ThIOPMHIa OKAa3bIBAIOTCS U3-
OBITOYHBIMHU 1 IIOCTPOEHHBIE MOJEIN ONUPAIOTCI Ha
oonee mmpokuii kiacc YpUIl. CambiM H3BECTHBIM
pUMepoOM SIBIIsIeTcsl rpaameHT Bicoid, dopmupyro-
IIUIACS B paHHEW CUHIIMTUAIbHOI Omactyne Drosophila
(cM. moapo6Hee Hmke). PopMUpOBaHUE TPaAUEHTOB
0osiee IO3MHUX MOP(MOreHOB, KaK IIpearoaracTcs,
MIPOMCXOANT 3a CYET MHTEPIIPETALIIN UCXOTHO cop-
MMpOBaHHOTO rpagueHTa Bicoid HeKoTopoit nuHaMu-
YeCKOI CMCTEMOI1, KOTOpasl TAKXKe MOIEIUPYETCS CH-
cremoit YpUIl.

K coxaneHuio, BIUIOTb OO HEOABHETO BpPEeMEHU
nogoOHBIe PabdOTHI HOCWIJIM CYTy0O TeOpeTHUYECKUI
XapaKTep U He MOTJIM ObITh TPOBEPEHBI 3KCIIEPUMEH -
TanbHO. OIHAKO B MOCJIEAHME roAbl Ojiaromaps Oyp-
HOMY IIPOTPECCY B MOJIEKYJISIPHOM M KIIETOYHOM OMO-
JIOTUU U, B YaCTHOCTHU, B pa3pabOTKe METOIOB Meye-
HUSI OCJIKOB C ITOMOIIBIO TEHETUYECKN KOIUPYEMBbIX
dryopeciieHTHBIX MeTOK Ha ocHoBe GFP 1 ero romo-
JIOTOB, CTaJI0O BO3MOXHBIM BU3YaJM3UPOBATh U KOJIU -
YeCTBEHHO M3y4aTh IU(pdy3UI0 pealbHbIX MOpdore-
HOB HEMOCPEACTBEHHO B KMBBIX 3MOpHMOHax. B pe-
3yJIbTaTe MOSIBUIACh BO3MOXKHOCTb MPSIMOI MPOBEPKU
TEOPETUYECKUX MpeAcKa3aHUii paHee pa3padbOTaHHBIX
MoOJIeNeil, 4yTo KpailHe BaXKHO KaK IJIs1 MOHMMAaHUS
¢dbyHIaMEHTAJIbHBIX MEXaHU3MOB 3MOPUOHAIBLHOTO
pa3BUTHUS, TaK U B MEPCIIEKTUBE IJISI BO3MOXHEBIX
OMOMEIUIIMHCKUX TIPMJIOKEHU. B cBgI3M ¢ 3TnM, B
MocJaeAHEM JeCSATUIEeTUNM HabiogaeTcsi ObICTpoe
pa3BUTHE HUCCIIETOBAHNI B JaHHOM Ba>XHOM HaIlpaB-
JIECHUM CUHTETUYECKOI OMOJIOTMHU, YTO HAXOIUT OT-
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paXeHHe B MyOIMKALMSIX B TAKMX BEIYIINX HAYYHBIX
KypHajax, Kak Cell, Nature u Science (cM., Harpu-
Mep, Ben-Zvi, 2008; Miiller, 2012; Inomata, 2013).

HauGonee nmoiHo peajbHbIe CAMOOPTaHU3YIOLIM -
eCsI CUCTEMBI U3yYeHBI B HACTOSIIIEe BpeMsT Ha MOJIe-
JIN YK€ YITOMSTHYTOTO BbIIIIE paHHEro SMOpHOHAa Ipo-
3o¢wibl (cM., HaripuMep, Houchmandzadeh et al.,
2002; Eldar et al., 2002; Wartlick et al., 2011). B gact-
HOCTH, B 3TUX paboTax aBTOpaMH OBLIT ITOAPOOHO 1C-
clleOBaH M YUCICHHO MOAEINPOBaH MeXaHU3M 00-
pa3oBaHUs CIIeU(PUIECKOTO MPOTOILHOTO MaTTepHa
KOHIEHTpaUUii TPaHCKPUITIUOHHBIX (PaKTOPOB Cer-
MEHTALM, BO3HUKAIOIIWI HA OCHOBE IMPOIOJBHOIO
MaTtepuHcKoro rpaguenTa MPHK m 6enka bicoid (cMm.,
Hanpumep, Gregor et al., 2007; Okabe-Oho et al.,
2009; Porcher et al., 2010). OcoO0eHHOCTBIO JaHHOMK
SKCITEpUMEHTAIBHOM MOJEIN, 00Ieryaronieii mogoo-
HbIE UCCIICAOBAHUS, SIBJISIETCSI XOPOIas U3y4YeHHOCTb
MOJIEKYJISIPHO-TeHETUUECKUX OCHOB Pa3BUTUSI IPO30-
¢uUIBI, a TaKKe TO, YTO (POPMUPOBAHUE VCCIIETYEMBIX
MaTTePHOB ITPOMCXOIUT Y 3TOT0 0ObEKTa Ha CUHILIUTH-
aJIbHOI cTaguu 3MOpHOreHe3a, KOoraa BeCbh SMOPHOH
MPEICTABISIET COOOI, TI0 CYyTH, HE pa3lielIeHHYIO KIle-
TOYHBIMU CTEHKAMU CUCTEMY, YIOOHYIO IJISl TEOPETH-
YeCKOro MOJEIUPOBaAHUSI.

PeanbHble caMOOPraHU3YIOIIMECS] CUCTEMbI OIMH-
CaHbl U Cpely MO3BOHOYHLIX. ECTh psiag mpuMepoB,
rae GopMrUpoBaHUE HEOJHOPOIHOCTHU B pacipenaesie-
HUU MopdOoreHa OMUChIBaeTCs MOACASIMU ThIOpUH-
TOBCKOT'O TUIIA U MCIIOJIL3YIOTCS YpaBHEHMSI, aHAJIO-
rmyHele ypaBHeHUsIM Iupepa-MeiliHxapTa: mpaBo-
nesbiii rpagueHT Nodal y Danio rerio (Muller, 2012),
¢dopMupoBaHME U pereHepanusi IIMTMEHTHBIX I10J0C
y Hero xe (Yamaguchi, 2007; Eom, 2015), pa3MeTKa
BOJIOCSIHBIX (DOJIIMKYJIOB Ha Koxe Mbimu (Sick,
2006). Cpenn coBpeMeHHBIX Mojejieii HAMHOTO 060-
Jiee pacHpoCTpaHEHbl HETHIOPUHTOBCKME MOJIEIH,
rJie HEOJHOPOMAHOCTD (hopMUpyeTcs Ha (DOHE MOCTO-
STHHOTO TpagyeHTa MaTepUHCKOIo MopdoreHa win
Ha (poHE MOCTOSTHHOTO MOTOKa MopdoreHa M3 JIOKa-
JIM30BaHHOI obnactu a3mOpuoHa. Hanbonee usBect-
HBIE M3 TAKMX MOAEJIEH ITOCBSIIEeHBI M3YYEHUIO CAMO-
opranuzanuu rpagueHTa BMP4 B panHeM 3MOpHroHe
LIMOPLEBOI JISATYIIKM, a TakkKe CaMOOpraHu3aluu
rpagydeHTa ero aHajaora Dpp B uMarnHaJbHBIX TUCKAX
Drosophila. DT Monenu cTajiv IIEPBBIMU MOACISIMHU,
OIMKMCaBIIMMU JOCTATOYHO yOSIUTEIbHO MEXaHU3MBbI
CKEMJIMHTA, IIO3TOMY MBI PACCMOTPUM UX HIZKE 9YTh
moJIpooHee.

MOJEJIN MOP®OTI'EHE3A,
JEMOHCTPUPYIOILIME CKEWUJINWHI

brinio u3BecTHO, 4TO rpagueHT dakTopa BMP, ¢
MUHUMYMOM Ha CIIMHHOM 1 MaKCMMyMOM Ha OpIoII-
HOI CTOpOHE 3MOpMOHA, 0Opa3yeTcst Ha CTaIuM ra-
cTpyassuuu. PaHee npyrumu aBTOpamMu ObLIO ycCTa-
HOBJICHO, YTO pa3Hble IIOPOrOBhbIe 3HAYEHMS KOH-
neHTpaumn BMP4 BkioyaloT Te WM WHBIC TUITHI
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KJIeTOUHOU nrdPepeHINPOBKH, pa3Medast SMOPHOH
BIIOJIb €r0 CIIMHHO-OpIolIHOM ocu (Schmierer et al.,
2008). Bb1o TakxKe M3BecTHO, uyTo 6esok Chordin
CHUHTE3UpPYyeTCs B 00JIACTH OpraHM3aTopa U MMEHHO
OH SIBJISIETCSI MPUYMHOIN YCTAaHOBJIEHUSI IpalueHTa
BMP. boiee Toro B 3apoppliliax ¢ yaaJIeHHON BeH-
TPaJIbHOI IIOJIOBUHOM, TIIO€ OpraHM3aTop 3aHMMAall
OoJpllie MecTa, rpagreHT BMP BoccTaHaBmBal mpa-
BUWJIbHYIO (hOpMYy, MHBIMU CJIOBaMU — HaOJromaics
CKEMJIMHT 3TOro rpammeHTa. ABTophl padot (Ben-Zvi
et al., 2008; Inomata et al., 2013) mocTpousu Moaesu,
KOTOpbIe yUYUTbIBaIU AUPPY3r0 0601X (HaKTOPOB,
mddys3nio komriekca Chordin-BMP, a Takke pac-
nan 6enka Chordin mon neiictBueM mpotea3nsl Hol-
loid. B ocHOBY OfHOII MOIE/IN JIETJIM YPaBHEHUS OISl
BMP, Chordin, ADMP (anamora BMP, cunre3upye-
MOTI0 Ha fopcajibHOIi cTopoHe) (Ben-Zvi et al., 2008),
B ocHOBY japyroit BMP, Chordin u Sizzled (uHru6u-
topa Holloid) (Inomata et al., 2013). B o6oux ciy4dasx
aBTOpaM yaaJl0Ch OCTPOUTH MOJIEIU, OITMCHIBAIOIIIE
BOCCTaHOBJIEHUE KOPPEKTHOTO I'paleHTa MOCJe yaa-
JIEHVsI BEHTPaJIbHOI moiaoBUHEL. [Ipn 3TOM B OmHOI
pabote npenmnoaranu, uto BMP4, o6pa3yst KoMmrieke
¢ 6enkoM Chordin, mpuoGpeTaeT B COCTaBe 3TOrO
KOMIIJIEKCA TTOBBIIITCHHYIO CITOCOOHOCTD K TP Py3nn.
M uMeHHO 3TO, B KOHEUHOM UTOTre, IIPUBOIMIIO JUHA-
MUYECKYIO CUCTEMY K BOBMOXKXHOCTH cKeiiyimHra (Ben-
Zvi et al., 2008). ABTOpHI Opyroii Moaes i OObSICHSIIA
cKevnuHT HammuueM Sizzled, ”HTMOMTOpa MpoTeas3bl
Holloid, koTopblit cuHTE3UpyeTCsl MO/ BO3AEHCTBUEM
MopdoreHa BMP4. JlaHHBII THTUOUTOP, 110 MHEHUIO
aBTOPOB, CITOCOOCTBYET ‘“‘pacTsKeHMIO” TpaaueHTa
6enka Chordin 13-3a CHIDKEHMS ero Aerpagaliii, YTo B
CBOIO o4epenb 00bsICHsIeT U 3hdeKT ckeimmHra. Takum
00pa3oM, Ha CerOIHSIIHUMN IeHb UMEETCS IBa pa3ind-
HBbIX OOBSICHeHMs1 3(PdeKTa CKeWIMHTa TpaareHTa
BMP u coBepiieHHO He 00$13aTeJIbHO, UTO IIPaBWJIb-
HBIM SIBJISIETCSI TOJIBKO OMH U3 HUX — 3TU MEXaHU3MbI
MOTYT JIeICTBOBAaTh B TAHIAEME M COIIPOBOXKAATHLCS APY-
TMMU, HE U3yYeHHBIMU I10KA, JOIOJHUTEIbHBIMU Me-
XaHU3MaMMU.

CxomHbIli MeXaHU3M OB YCTAaHOBJIIEH B MMaru-
HaJIbHBIX auckax Drosophila, tne rpalueHT aKTUBa-
UM CUTHaJbHOI cucteMbl MAD neMoHcTpupoBal
peaknuio Ha pa3smep aucka (Teleman, Cohen, 2000).
B nuHamuyeckyio cuctemMy BKIOYaIUCh 0ej1oK Dpp,
ero peuenrtop Thickveins (aktuBatop MAD), kope-
nenrop Dally m 6enok Pentagone, KOTOPEIif CBSI3BI-
BaJjics ¢ Dally u yckopsit Takum o6pa3oM n1uddy3uio
Dpp. Cam 6enok Dpp npoayuupoBaics KJeTKaMu Ha
rpaHuiie Arucka. Momenpb BKIovana nectb P ypaB-
HEHUI M XOPOILIO OIKMChIBaJIa IBJICHUE CKEMIMHTIA B
MMarviHaJIbHBIX JUCKaX.

Bo Bcex Tpex mnepedyrclIeHHBIX BBIIIE MTpUMepax
CKEMJIMHT OOBSICHSIIU B TePMUHAX (hDeHOMEHOJIOTHYE-
CKOM Monenu “expanison-repression” (MHTHOMpOBa-
HUSI PacTsKEHMS), MaTeMaTUUYeCK1Ue OCHOBBI JJIST KO-
TOpOI1 onucaHbl B KiroueBoii padore PNAS (Barkai,
Ben-Zvi, 2010). DTa paboTta omHa 13 NepBHIX (popma-
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Puc. 1. Cxembl B3auMoaeicTBHsI (PaKTOPOB MPU YCTAHOBJICHUHN T0PCO-BeHTpaIbHOTO rpaaueHTa pSmadl y X. laevis (a), a Tak-
e pa3MeTKU ITpecoOMUTHOM Me3onepMbl y D. rerio (T). Ctpenka (—), yKa3biBalolllasi Ha (pakKTop 03HavyaeT aKTUBAIIUIO €ro IPo-
KLU, CTPEJIKa; yKa3biBatolas Ha KpecT (—X), o3HauyaeT aerpafaiuio ¢hakTopa; CUHsS CTpeKa ¢ TPeYTroJIbHbBIM HAaKOHEeY -
HUKOM O3HavaeT 6a3aJbHYIO IPOAYKIIUIO; CTPEJIKa C TYIbIM KOHIIOM () o3HauaeT nHrnoupoBaHue. CripaBa OT KaXIOu U3
CXEeM JIaHbl TIPUOIU3UTEbHbBIE pacnpeaeaeHuss MOp(OTeHOB B IIPOCTPAHCTBE MHTAKTHOTIO (0, 1) U YMEHBIIIEHHOTO (B, €) OM-
OpuoHOB. M3orHyTas crpenka Ha (0) meMOHCTpypyeT “pactsaruBatoriee” nevictBue dakropa Sizzled Ha rpammeHT Chordin;
M30THYyTas CTpejika Ha (€) ZIeMOHCTpUpyeT “cxkumartoiiee” aeiictBue (akropa Lefty Ha rpanuent Nodal. Cxemsl (a) u (T) Boc-
CTaHOBJICHBI 110 YpaBHEHMSIM, IIpUBeIeHHBIM B padoTtax (Inomata, 2013, 2017) u (Almuedo-Castillo, 2018) coOTBETCTBEHHO.

JIM30Bajia MpoOIeMy CKeilJIMHIa B UCKJIIOYMTEJILHO
MaTeMaTU4YeCKUX TEpMUHAX U MIPEIJIOXKIIIA e pellie-
Hue B BUAe cuctemMbl P/l ypaBHeHWIT IjIs IBYX areH-
TOB, OJVH M3 KOTOPBIX aBTOPHI Ha3BajIu “Mopdore-
HOM”, a npyroii — “skcrangepoM”’. CyTh MOIIEIN IO~
CTaTOYHO IIPOCTA:

MOp@OTeH IIPOAYLIPYETCS Ha OOJHOM Kpalo U Jie-
rpagrpyeT BO BCEM 00bEME;

MopdOreH MHTMOUPYET ITPON3BOICTBO SKCITAHIEPA;

9KCHAHIEP pacIIupseT pacupenenaeHue Mopgore-
Ha, HaIIpMMep, 3a CYeT MHTMOMPOBaHUS Aerpagaliiv
MOCJIEAHETO.

Cucrema ypaBHEHUI1, peaan3ylolias TaHHYIO cXe-
MY B3aUMOIEHCTBUIA, TPUBOAUT K CTAIlMOHAPHOMY
rpaaTreHTy MopdoreHa, KOTOPhIit He 3aBUCUT OT pa3-
MEPOB 00JIaCTU B IIMPOKOM auana3oHe. To ecTh 1aH-
Has MoIejb B TIOJHON Mepe pealm3yeT CKeMIMHT
dopmupylolierocs rpagueHTa MmopgoreHa. Bzanmo-
neiictBust Mmexny akropamu Chordin, BMP4 u Siz-
zled B paMKax MOAEIN MHTUOMPOBAHUS PACTSIKEHUS
otpaxeHbl Ha puc. la—1B. Chordin 3gech BBICTyITaeT
B poJiv areHTa “Mopdoren”, a Sizzled — B poJsiu areH-
Ta “3KCcIaHaep”.

B mporuBoBec “MHIrMOMPOBAHUIO PACTSKEHUS”
aBTOPBI ITPEIITONIOXIIN U APYTOi BOZMOXHBIN MeXa-

HU3M: “aktuBalusl cokpaieHus1” (Contraction-In-
duction). B aToM cityyae B Mozein paccMaTpUBarOTCS
nIBa areHTa “Mopdoren” M “xkoHrtpakTop”’. IlepBbIit
aKTUBUPYET MPOAYKIIMIO BTOPOTO, a BTOPOM — “CxKU-
MmaeT” pacmnpeneieHre MopdoreHa. MoxXHO BUIETb,
YTO BCE B3aMMOJIEHCTBUSI B TOM MOMIEIN OpTaHU30-
BaHHBI KaK Obl OOpaTHO MO OTHOIIEHUIO K MOIEIU
MHTUOVMPOBAHUS PACTSKEHUSI.

B 2018 rony BreIlLIa mepBasi SKCHepUMEHTAIbHAS
paboTra, HarIsIIHO WUIIOCTPUpYIOIIasi CKEeUIUHT Yy
TaHWO MO MEXaHW3My THIIa “aKTUBAlLMS COKpaIle-
Hus” (Almuedo-Castillo, 2018). MccinenoBarenu yaa-
JISITA YacTh KJIETOK 0JacToAMCKa NaHWO Ha CTaauu
cpenHeli 0J1acTyJIbl 1 HaOJTIOIaId 3aKOHOMEPHOE N3-
MEHEHUE pa3Mepa MPeCOMUTHOI Me3onepMbl. OTBET-
CTBEHHBIMM 32 3Ty Pa3MeTKy Ha3bIBalOTCS XOPOILIO U3-
BecTHas 1mapa MopdgoreHa Nodal m ero mHrnouropa
Lefty. M3BecTHO, yTo akTuBauust Nodal-kKackanga BbI-
3bIBaeT AOMOJHUTENbHYIO TTpoaykiuto Nodal, a Tak-
xe mpoxyknnio Lefty, KoTopsrii, B CBOIO ouepelnb,
nHruoupyet Nodal. DT B3auMoaeiicTBUsI, a TaKXkKe
pasHuna B noaBrkHocTy Nodal u Lefty, panee mo3-
BOJIMJIM MCCJIEIOBATENSIM U3 TOM XK€ TpYMIibl pac-
cMaTpuBaTh 3TU (aKTOphl KaK “aKTUBaTOp” M “WH-
rudutop” B Mmogeim TrlopuHrosckoro tuia (Miiller,
2012), mpaBoa Ha OpPyroil cTaouu pa3BUTHUS JAHMO.

OHTOTEHE3 Ne 3

ToM 50 2019



MEXAHW3Mbl DMBPUOHAJIbHOTO CKEMJIMHTA 153

CkeluimHT o0JlacT C aKTMBUPOBaHHBIM Smad2/3
(TpaHcayktopoM Nodal-kackama) Mo MHEHUIO aBTO-
POB IIPOUCXOIUT MO cleayplieMy MexaHusmy. [lpu
yOaJeHUM YacTU KJIETOK Ha CTaauM 0JacTOAuCKa M3
TOl obJtactu, rae Nodal He aKcIIpeccupyeTcsl, uccie-
JloBaTeM He BJIMSUIYM Ha HaYaJlbHOE K0AU4eCmeE0 BbI-
pabateiBaecmMoro Nodal m, Kak ClencTBUe, Koauue-
cmeo Lefty. OnHako xonuenmpauyus Lefty B yMeHb-
IIEHHbIX BMOpPHUOHAX OKa3bIBajach BbIllIE K3-3a
YMEHBIIIeHNsI 00beMa 0JIaCTOMMCKA, a 3HAYUT yBEIIM-
yMBaJiach JIOKaJIbHas1 KoOHIeHTpauus Lefty, m Ha
Nodal-akTuBHUpOBaHHYIO TKaHb OKa3bIBaJIOCh 0OJIb-
mee “maBineHue” (puc. lr—le).

CKeMJTMHT MOKET peaan30BBIBATLCI M1 MHOTUMU
JIpyruMu criocodbamu. Hanmpumep, CKeHJIMHT rpagu-
eHTa bicoid y Drosophila cBSI3pIBAIOT C BUIO-CIICLIV-
duueckoit agantauueit BpeMeHu xku3Hu PHK bicoid
(Gregor, 2005). C cucteMaTU4eCKUM OITMCAHUEM B -
JIOB CKEWJIMHra MOXHO O3HAaKOMMUTbCSI B pabote
(Umilis, 2009), cocraBieHHOli Ha OCHOBE aHaJu3a
MOJAEJbHBIX padboT 1o Drosophila. B 6o1ee coBpeMeH-
Hoit pabote (Rasolonjanahary, Vasiev, 2016) paccMmat-
pUBaeTC elle OOBITII CIIEKTP BApUAHTOB IIPOCTEM-
X CUCTEM, OOJIaZaIOIIMX CBOMCTBOM CKEMIMHTA,
BKJTIOYAst ¥ CUCTeMBI TBIOpMHTOBCKOTO THMa. YTO He-
MaJIOBaXKHO, CaMO TTOHSITUE CKEWJIMHT Ha CETOMHSIIII-
HUII JeHb MOJy4uso Oojee CTporoe orpenesieHue,
BBEICHBI CHelMalibHble BEJIUYUHBI IS €T0 U3Mepe-
Hus (“scaling measures”). CTOUT OTMETUTD, YTO CeE-
TOIHA BCE €1Ie NOCTATOYHO TPYIHO BBIAECIUTh €OV-
HbIi oO1IMiT ¢hopMaIu3M U3 Bcero myja padboTr 1o
CKEMJIMHTY M3-3a NX HEKOTOPOt pa3pO3HEHHOCTH.

CKEWMJEPBI — PABMEPO-
YYBCTBUTEJIbHBIE MOP®OI'EHbBI

B HenaBHell paboTe MBI ITOCTYJIMPOBAIN M TOI-
TBEPIUJIU C TOMOIIbIO MaTeMaTUYECKOTO MOIEIUPO-
BaHUSI OOOCHOBAaHHOCTh TUIIOTE3bl O TOM, UTO MpPU
OCHOBHBIX OMIMCAHHbBIX B INTEPATYPE MOJIEJIbHBIX Ba-
puaHTax CKeWJIMHIa BCerJa €CTb HEeKUUl OeJKOBBIN
dakTop(bl), KOHIIEHTpAUsI KOTOPOrO 3aBUCUT OT
pa3mepa amopuoHa (Orlov et al., Heomy0J1.). [Tomo6-
Hble (haKTOphl ObUIM Ha3BaHbI HaMU CKeiaepamMu.
MMeHHO u3MeHeHMe KOHILIEHTpalMii CKeiJiepoB B
OTBET Ha U3MEHEHHE pa3Mepa SMOpHOHA 00eCIIeUn -
BaeT cKelymHr dopmupymouierocss B P cucreme
rpaaueHTa MopdoreHa. B omiuume ot ckeitaepos,
MPU YCJIOBUM YCIIEITHOTO CKeHIMHIa KOHIEHTpallu1
OOJIBIIMHCTBA OEJIKOB B 9MOpPHOHAX Pa3HOTO pa3Me-
pa He JOJIKHBI MEHSIThCS. YKa3aHUsI Ha CyIIeCTBOBA-
HHE CKEeIepoB IPUBOININCE 1 paHee. Tak, B padboTe
(Inomata, 2013) mpu MoAeTMPOBAaHUN OKa3bIBAIOCH,
yTO KOJM4ecTBO Sizzled B GoJjiee KPYITHBIX 3apOIbI-
111aX YBEJIMYMBAJIOCh HEMPOIIOPIIUOHAIBHO, YTO 103~
BOJISLIIO “pacTsaHyTh” rpagueHT Chordin 10 HYy>XXHBIX
nponopuuii (puc. 16). Harmpotus, B padote (Almue-
do-Castillo, 2018) xkonnuecTBo Lefty yBenmumBaioch
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6 YMeHblUleHHbIX SMOPHIOHAX, YTO ITO3BOJISIIO “CXKaTh”
rpangueHT Nodal 1o Hy>XXHbIX mponopiuii (puc. 1e).

O4YeBUOAHO, YTO MASCHTU(MUKALIAS CKEHIIEPOB, C
MOCJIEAYIOIUM U3yYeHUEM MEXaHU3MOB UX PeryJisi-
LIUM U MOJIEKYJISIDHBIX (DYHKLMIA, MOIJIa Obl CTaTh
3(peKTUBHBIM ITOIXOAOM JJIsl BISICHEHUSI MEXaHU3-
MOB ckeiinHra. OCHOBBIBAsICh Ha BBIBOZIE HAIIIMX
TEOPETUYECKUX UCCIEIOBAaHUI O 3aBUCUMOCTH KOH-
LIEHTpaLUi CKEIepoB OT pa3Mepa 3MOPHUOHA MBI
pa3paboTaiy 3KCHepUMEHTAILHBIM MOAX0I, MO3BO-
JISTIOIIAI  TIPULIEIBHO MACHTU(MUIIUPOBATh TaKue
¢akTOphl MyTEM CpPaBHEHUSI TPAHCKPUIITOMOB M-
OpMOHOB HOPMAaJIBHOTO pa3Mepa M HCKYCCTBEHHO
YMEHBILIEHHBIX. DTOT MOAXOJ 0a3upyeTcsl Ha Ipel-
IMOJIOKEHUH O TOM, YTO M3MEHEHME KOHIICHTPAIIWA,
MO-KpalHEN MEPE YaCTU CKEMJIEPOB, SIBJISIETCS CJIEII-
CTBHEM M3MEHEHUSI YPOBHEM 3KCIIPECCUM KOIUPYIO-
KX ux reHoB. McroJib3ys NaHHBIM MOAXOM, MbI
CMOTJIY BBISIBUTH MTO-KpaiiHe Mepe OJIMH MOI00HbI
IeH M, COOTBETCTBEHHO, KOIMPYEMbIA UM OEI0K
(MaTpUKCHYIO MeTajuIonporenHasy-3 — MMP3), pe-
TYJMPYIOIIMNA CKEUJIMHT OOpPCO-BEHTPAJIIbHON pas-
METKU Yy SMOPHOHOB IIIIOpLEeBoit aarymku. Cekpe-
TUpyeMasi MaTpUKCHas MeTajtonporernHaza MMP3,
TaK>Ke M3BECTHAsI KaK CTPOMEIM3UH-1, ydacTByeT B
pacieryieHun OeJIKOB BHEKJIETOYHOIO MaTpuKca B
HOPMAaJIbHBIX (PU3MOJOTMYECKMX IMpOolieccax, TaKuX
KaK SMOpPHUOHAIBLHOE pPa3BUTUE M Pa3MHOXEHHUE, a
TaK>Ke MPU MHOTMX TaTOJIOTUSIX, TAKUX, KaK apTpUT,
MeTacTa3bl OITyXoJjieil 1 T.11. (CM. Harpumep: Lee et al.,
2014; Cui et al., 2017). B cBs13u ¢ 3TUM, NU3y4EHUE ITOTO
bepmenTa, TOMUMO (hyHIaAMEHTAIBHOM HAYKU, TIPE.-
CTaBJISTIOT OOJIBILION MHTEpEC IS OMOMEIUIIMHBI.

Kpome Toro, B 3TOM HCCIESIOBAaHUU HaMU OBIT
WIEHTU(ULIMPOBAH PSif, IPYTrMX T€HOB, Pe3KO MEHSIIO-
IIUX B Ty WIA WHYIO CTOPOHY MHTEHCHUBHOCTH CBOEH
SKCIIPECCUU B VICKYCCTBEHHO YMEHBIIIEHHBIX 3MOPHO-
Hax ¥, BO3MOXHO, KOIMPYIOIIUX IIOTCHINAIBLHBIC
ckeitnepel. Cpeny 3TUX TeHOB OCOOEHHO BBIIEIISICTCS
reH SLCI6A6 u3 cynepceMeiictBa solute carrier, T.K.
KOHLIEHTPALIUSI €r0 TPAHCKPUIITOB B YMEHBILIEHHBIX DM-
OpUOHAX YBEeJIMYMBAETCSI IO CEMU pa3 MO CPABHEHUIO C
HopMoii. [Tpu 3TOM B UTEparype MpakTU4eCKU OTCYT-
cTBYIOT AaHHbIe 0 GyHKIMU SLC16A6, XOTs ObLIA ITOKA-
3aHa aKTUBALMs 3TOr0 reHa B HEKOTOPBIX THUIIAX YeJIO-
Beueckux omyxonein (https://www.proteinatlas.org/
ENSG00000108932-SLC16A6/pathology). Ilocnen-
Hee OOCTOSITEJIbCTBO AeIacT aKTyaJIbHBIMU MCCIICHO0-
BaHust SLC16A6 1151 GMOMETULINHEI.

TakuMm o0Opa3oMm, OYEBUIHO, YTO TIPEITOKCHHBIN
HaMM TIOJXOH, ITO3BOJISIONINIA IIPOBOIUTH ITPULIETH-
HbIi ITOMCK BOBJIEYEHHBIX B CKEMJIMHT TEHOB, OTKPhIBA-
€T LIIMPOKUE MEPCIEKTUBBI 1711 U3YYEHUST MEXaH3MOB
CKEMJIMHTA B pa3BUTUM CaMbIX Pa3HbIX OPraHU3MOB.
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HNEPCIHEKTHBHBIE OPTAHWU3MBbI
JJIA ITTIOUCKA CKEMJIIEPOB

OpranusMamMu, SMOPHUOHBI KOTOPBIX IEMOHCTPUPY-
JOT HanoOoJIee IPKYIO CITOCOOHOCTD K CKEMITMHTY, a 3Ha-
YUT SIBJISIIOTCSI TIEPCIIEKTUBHBIMU OOBbEKTaMM JIJISI I10-
HCKa TEHOB C BKCIpeccueii, 3aBUCUMOIl OT pa3MepoB
SMOpHOHA, T.e. MOTEHLMAIbHBIX PETYISTOPOB CKEMi-
JIMHTA, TPAAWULIMOHHO SBJISIOTCS OECIIO3BOHOYHEBIC.
B yacTHOCTH, MOpPCKUE €K1 U TUAPOUTHBIE TTOJIUITEL.

BriepBbie CrTOCOOHOCTh K CKEWJIMHTY Y 3MOpHO-
HOB MOpPCKOro exa OblIa IIPOJEMOHCTPHpOBaHA
Hpuiiem koHie B kKoHue XIX Beka (Driesch, 1891).
Hpuin mokasaj, 4To IIpU pa3acieHUuU 0J1acTOMEPOB
MOPCKOIO €Xa Ha CTamguM 2-X KJIETOK, KaXXObIi 13
HUX JaeT MaJeHbKYI0 TApMOHUYHO CJIOKEHHYIO JIU-
YUHKY. 3aTeM, B IIEpBOi1 MOJOBMHE XX BeKa aHaIo-
TAYHBIE OMNBITHI, I€EMOHCTPUPYIOIINE CKEHINHI Me-
PUIMOHAJIBHO pa3ae/IeHHBIX 3MOPHMOHOB MOPCKOIO
exXa Ha OoJiee MO3OHUX CTaAUsIX Pa3BUTHSI, ObUIA
nposeaeHbl ['epctaguycom (Horstadius, 1939). Ha-
KOHell, cpaBHUTeIbHO HegaBHo JI.B. benoycoBbiM u
C.b. borgaHoBCcKUM OBIJIO YCTAHOBJIEHO, UTO JaXKe
MEPUANOHAIBHO pa3fejieHHbIC MOJOBUHKU OJIacTy-
JIbI MOPCKOTO €3a CITOCOOHBI K TTPaBUJIbLHOMY CKeii-
muHry (benoycoB, Bbormanosckuii, 1980). Baxwo,
41O yKe 12 et Ha3am ObLI CEKBEHUPOBAH T€HOM OfI-
HOT'O 13 BMUIOB MOPCKMX exeul — Strongilocentrotus
purpuratus (Sodergren et al., 2006). TakKe cyIecTBy-
IOT TPAaHCKPUIITOMHBIE OH-JIaiiH 0a3bl IJIsT HEKOTO-
pbix apyrux BumgoB (http://www.echinobase.org/Ech-
inobase/). MMel0TCsT MHOTOUYMCIIEHHbIE UCCIIeIOoBa-
HUSI paHHETO IaTTEpHMHIA 3apOIbIlIeii MOPCKMX
eXell Ha cTaauu OJaCTyJbl-racTpyJbl METOJIOM IH-
OpMAU3aLNU in Situ ¢ 30HAAMU K TPAaHCKPUIITaAM pa3-
JIMYHBIX PETryJISITOPOB pa3BUTHUs (CM. 0030p Angerer
et al., 2011). DTu ucciaenoBaHus NOATBEPKIAIOT aK-
TUBHOE (pOpMUPOBaHUE IIPOCTPAHCTBEHHOM pa3MeT-
KM 3apofblllia Ha 3TUX cTagusax. Bce aTo co3maer xo-
POIIIYI0 OCHOBY JJIsI IIPOBEACHMST Pa3IUUHbIX HCCIe-
JIOBaHUIi1, CBSI3aHHBIX C TPAHCKPUIITOMHBIM aHAIM30M
¥ TIOCJICAYIOIIYM HCCICAOBAHUEM POJIM HAMIEHHBIX
TE€HOB B MPOLIeCCe paHHETO MaTTepHUHra. Tak Xe cy-
IIECTBEHHO U TO, YTO JJIsI MOPCKUX e3keil pa3pabora-
Ha 3¢} ¢eKTUBHAST METOIMKA MAaCCOBOTO pa3Ie/ICHUS
01aCTOMEpOB, UTO, YUYUTHIBAsI MaJIble pa3Mepbl UX BM-
OpPUOHOB, OYE€Hb BaXKHO 151 cOOpa HEOOXOAMMBIX KO-
JIMYECTB MaTepyalia i TPAaHCKPUIITOMHOIO aHajIn3a
(Vacquier, Mazia, 1968; Satoh, Kominami, 2008).

B ormimume ot MOpCKMX eXeif, CITOCOOHOCTh K
CKEeHIMHTY pa3aejeHHbIX 0JJaCTOMEPOB ObLja Mpoje-
MOHCTPUPOBaHa y MOITYJISIPHOTO MOJIEJIbHOTO THIPO-
una Nematostella vectensis Tonbko B XXI Beke (Fritz-
enwanker et al., 2007). ¥ aToro Buga Tak:ke HeJaBHO
ObLI CEKBEHUPOBAH T€HOM M UMEIOTCSI TPAHCKPUIITOM-
HbIe 6a3bl JaHHbIX (Putnam et al., 2007; Warner et al.,
2018). Kak m y Mopckoro exa, misi Nematostella
vectensis eCTh yXe IOBOJIBHO MHOIO MCCJIeTOBAaHUIA
paHHETo IaTTepHUHIa SMOPUOHOB, KOTOPhIE MOKa-

3BIBAIOT, YTO IJIOOAJbHAsI IIPOCTPAHCTBEHHAasl pa3-
METKa 3apOoJIibIla IIPOUCXOAMT YKe B IIeproJI 61acTy-
JISIIMUA U B OOIIMX YepTax 3aKaHYMBAETCS K Hadyalry
ractpyssuun (Magie et al., 2007; Leclere et al., 2016;
DuBuc et al., 2018). CymiecTByeT padoTa, ¢ npeajio-
XEHHOW CHUCTEMOM ypaBHEHMUI, OIMChIBAIOILINX
yctaHoBlieHHe TpagneHta BMP m dopmupoBanme
BTOPUYHOI OCHU Y 3TOTO KuIlledHonojocTHoro (Ge-
nikhovich, 2015). Takum o6pa3om, JTaHHBIT OOBEKT,
KakK M MOPCKOI1 €, MpeacTaBIsIeTCSI BechbMa Iep-
CIIEKTUBHBIM IJIS1 UCCIICIOBAHUN CKEMIMHTA.

PaGora BBIMONHEHA 3a cUeT rpaHTa Poccuiickoro
Hay4dHoro ¢oHzaa (rmpoekt Ne 14-14-0055711).
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The phenomenon of scaling, i.e. preservation of the proportions of the spatial pattern of the embryo in de-
pendence of its overall size is the most prominent feature of the embryonic morphogenetic fields. Up to now,
attempts to understand the mechanisms of scaling have been limited to the creation and analysis of the be-
havior of theoretical models that to some extent reproduce this phenomenon in silico. Only recently, when
creating such models, scientists began to use experimental data on specific genes and their products — secret-
ed proteins — identified during the study of various molecular mechanisms in embryogenesis However, so far
no approaches have been described in the literature for the targeted identification of genes and proteins di-
rectly responsible for the embryonic scaling. Developing such approaches and putting them into practice is
an important task for future research. In this work, we review the main current publications on the problem
of embryonic scaling and possible approaches to studying the mechanisms of this phenomenon.

Keywords: morphogenetic fields, embryonic regulation, scaling, morphogen gradients
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