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O6pazoBaHue GHOUTUKYISIPHBIX 000J104€K BOKPYT OOLIMTOB B hOPMUPYIOLIEMCST SIMUHUKE U MOCIeayIo1Iast
nx Mopdosiorndeckas nuddepeHIIIPOBKa UIET “pyKa 00 pyKy”’ co cMeHOI1 ¢a3 cTeponmoreHesa, 0JIOKOM
Meii0o3a 1 ero noaaepxKaHueM, Co3IaHUeM YCIOBUIA 111 BUTEJUIOreHe3a, pocTa U co3peBaHusl ooLUTOB. O0-
MEH MeTaboJMTaMU OCYIIECTBIISIETCSl Yepe3 IliejieBble KOHTAKThl U TyTEM PELeNITOP-OIMOCPETIOBAHHOTO
TpaHMopTa Yepe3 MePUOOLIUTHOE MPOCTPAHCTBO. TpaHCIIOPT NOHOB B (hosutukysipHbIX KieTkax (PK) pe-
TyJMpyeT NOTEeHLMAJ IIa3MaTUIYeCKO MeMOpaHbl, co31aBasi ycJIoBUS 1151 3¢(hheKTUBHOIO HANlpaBJIEHHOTO
TpaHCTIOPTa 4Yepe3 LIeeBble KOHTAKTHI. AKLIEIINS Pa3HOOOPa3HbIX OMOJIOTUYECKN aKTUBHBIX BELIECTB
GONTMKYISIPHBIMU KJIETKAMU SIBJISIETCS IOTIOJTHUTEIbHBIM PhIUaroM pPeryJisiliii COCTOSIHUS cCUCTeMbI ¢hoJI-
JMKyJa. B Halllem 0630pe MBI TTOMBITATUCH caeaTh akiieHT Ha @K ambubmii, Kak Ha KITI0UeBbIX YYaCTHU-
Kax cucteMbl (hOJUTHKYIIA, TeM 6oJiee, YTO 0630pOB, COOMPAIOIINX BOSIMHO TaHHBIE O IponcxoxneHnu OK
y ampuobuii, ux Mopdoaoruu, perysiimyi pocTa U pa3BUTHUSI 00LIMTa, 0OHAPYXXUTh He yaaioch. CoBpeMeH-
HbIe PabOTHI B 3TOI 00J1aCTH, KaK MPaBUJIO, MOCBSILEHbBI UCCIEI0BAHUIO MOJIEKYJISIPHBIX MEXaHU3MOB pe-
TYJISIIMU OTAEJbHBIX 3TAIOB B XOJ¢ pa3BUTUS oolluTa. B 0630pe onucaHo MpOUCXOXIeHUe U U3BMEHEHUE
Mopdosiornu GOTUKYISIPHBIX 000JI0UEK B ITpOLIecce pa3BUTUSI OoLIuTa y Xenopus laevis, MpUBOASTCS JaH-
HbIE O MX PETYJISITOPHBIX (DYHKIIMSIX BO BPEMsI BUTE/UIOTeHEe3a, 00 y4acTUM B CTEPOMIOreHe3e, Tpolecce
nonaaepKaHus 6J10Ka Meiio3a 1 MoCeayoleM CO3PEBaHUM.

Karouesnie crosa: aM(l)I/I6I/II/I, (I)OJI.HI/IKy.HﬂpHI)Ie KIJIIETKM, OOI€HE3, IICJIICBLIC KOHTAKTbI, BUTCJIJIOTCHE3, CTC-
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BO3HUKHOBEHMUWE OOJUITUKVYIIAPHDBIX
KJIETOK B PAHHEM PA3BUTHUUN
OOLMTOB AM®UBUN

Svyankyu am@uOMii, TaK Ha3bIBaeMbIC IIOJIOBBIC
BaJIMKM, yIaeTCs MASHTU(MOUIIMPOBATH Y IIITOPLEBOK
JATYIIKMA Ha cTagusx meramopdosa (50—54). Brto
MapHbIe OPraHbl OKOJIO 2 MM JUIMHOU U 0.7 MM IIIUpU-
HOIM, BO3HMKAOIIME KaK BBIPOCTHI ME3eHTepUS Ha
BeHTpaibHOI cTopoHe Ioukm (Ogielska, Kotusz,
2004). B Me3eHTepuu MOTYT OBITb BBIAEICHBI IBE
30HbI — MEAYJUISIPHBIN (ME3€HXMMaJIbHbII) U KOPTU-
KaJbHBII 3NUTEUAJIbHBIA CJIOM, pa3nejaeHHbIe Oa-
3a7bHO MeMOpanoii (Iwasawa, Yamaguchi, 1984;
Tanimura, Iwasawa, 1988; Falconi et al., 2001). Pa3-
MHOXEHHEe KOPTUKAJIBbHBIX KJIETOK IMTPUBOAUT K (hop-
MUPOBaHUIO TTOJIOBBIX BAJIUKOB, KOTOPbIE 3aCEISIIOTCS
nepBuyHbIMU TTo10BEIMU KiteTKamu (ITT1K). ¥V Gec-
xBocThIX amuonii ITITK gBrsroTcs moToMKamMu Kire-
TOK, YHACJIEIOBaBIIMX B ITIpoliecce APOOJICHUS ydya-

CTOK LUTOILJIa3Mbl HA BET€TAaTUBHOM TOJIIOCE 3UTOTHI,
coaepxalnii akTopbl, ONPESSIOIINE UX TaIbHEel-
mee pa3putue. Bo BpeMs racTpysisiiiii B COCTaBe SH-
tonepmbl TTTTK morpyxkaroTcst BHYTpb 3aponbiina. Ha
craguu xBocToBoi mouku ITITK akTHBHO MUTPUPYIOT
Ha IopcajibHYIO0 CTOPOHY 3apojibliiia K 3aKJIaJKe TOHa-
npel. Tam [TTTK HaumHaOT THTEHCUBHO OEIUTHCS MU-
TOTUYECKHU, 1aBasi HauaJlo MHOTOUYUCJIEHHbBIM MepBUY-
HbIM ooroHusiM. KileTkKu MeayJuIsipHOro cJiosi, pas-
MHOXasICh, BPAaCTalOT B LIEHTPAIBbHYIO YaCTh MOJIOBOTO
BaJIMKa MeEXAY SMUTEeJMaIbHbIMU KiaeTKaMu. Ooro-
HUM, BCTYMUBIIIME Ha NYTh UM DEPEeHLIMPOBKU, Mpe-
TEeprEeBalOT YETbIpE TMOCIeA0BATEIbHBIX MUTOTHYE-
CKUX JIeJIeHUs, B pe3yjbrare KOTOpbIX oOpasyercs
Kjactep 13 16 HUCTOLUTOB, CBI3aHHBIX MEXIY COOOI
MEXKJIETOUHBIMU MOCTHMKaMU, KOTOPbI Ha3blBaeTCs
IUCTON Man THe3moM. KaxKIbIil IMCTOILIMT UMEET Ipy-
1IEeBUHYIO (hOpMY, HATIPABJIEH Y3KUM KOHIIOM K 1I€H-
TPy LIUCTHI M YK€ MUMEeT MepBble MPU3HAKU Oymylei
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Puc. 1. [TocnenoBaTenbHble 3Tamnbl opMUPOBaHUsI 000I0YEK OOLIMTA B SIMUHUKE IITOPLIEBOM JIATYIIKK Ha CT. 62—66.

aHMMaJIbHO-BereTaTuBHOM oJisipHocT oonnTa (Kloc
et al., 2004). Y mmopleBoii IATYIIKKA 16-KjIeTouHast
LIMCTa BXOAUT B Mpodazy NepBoro MeifoTUIecKoro ae-
nenust. CTaguu TiepBoil MeioTudyeckoii mpodasbl K-
CTOLIMTHI B SIMYHUKE JISITYIIIOHKA MPOXOISIT CUHXPOH-
Ho (Kloc et al., 2004). DniuTeauajibHble KJIETKU KOpP-
TeKca OKpPYXXaloT THe3la U OTHAeJIbHbIE UCTOLIWTHI,
o0pasysd npedouKyasapHbeie 06oaouku (Ogielska,
Kotusz, 2004) (puc. 1). K mo3gHei naxuTeHe OOLUTHI
OTHEJIAIOTCA APYr OT Jpyra IpedOUIMKYIAPHBIMU
KJIeTKaMUu U TepsIloT CBsI3b Yepe3 LIMTOoIIa3MaThyie-
CKMe MOCTUKU. [ayibHeilee pa3BUTUE MNEPBUYHBIX
domnukyinoB npoucxoauT acuHxpoHHO (Coggins,
1973).

YV Xenopus kaxnplii u3 16 LIUCTOLMTOB JAET HAYAIO
OOLIUTY, B OTJIMYKME OT MJIEKOMUTAIOIINX, IJIe HA MbIIIIN
OBLTO TTOKA3aHO, YTO JIUIIH 33% BCEX OOIIMTOB BBIKM-
BaloT U (GOPMUPYIOT TepBUYHBIE  (DOJITUKYJIbI
(Pepling, Spradling, 2001), a ipouyre TMpeTeprieBalOT
anonTo3. AMONTOTUYECKUE KJIETKU ObLTM OOHapyXke-
Hbl B KOPTUKAJIbHOW 30HE SIMYHMKA LUIIOPLEBOM JIsi-
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IyIIKy, 1 oHU pacrojaranuchk BHe mucT (Kloc et al.,
2004). ITpeamnoysoXuTeabHO, aroNTo3y MOABEPXKEHbI
npedOoJTUKYISIPHBIE KIIETKU.

Me3zeHxuMaJIbHbIE KJIETKU SIMYHUKA (POPMUPYIOT
TeKy — COSOUHMTEIbHO-TKAHHBIN CJI0M BOKPYT IIep-
BUYHBIX (DosutnKysioB. Tak Ha3bIBa€MBblii BTOPUYHBIN
GOJUTMKYI COIEPKUT OOLIUT, TTOKPHITHII 000I0YKAMU
coMmaTtuyeckoro npoucxoxaeHus: rae @K spisitorcs
MPOU3BOAHBIMU  BIUTEINAIBLHOTO  KOMIIApTMEHTA
SIMYHMKA, a KIIETKM TeK — Me3eHXUMaJbHoro (Wal-
lace, Selman, 1990; Ogielska, Kotusz, 2004). ITocne
dopMupoBaHUsS O00JIOYEK OOLIMTA HaCTyMaeT OJIOK
Meiio3a Ha cTaauu JUTUIoTeHbl. [OpMOHabHasI pery-
JISIIMS 3TOTO 3Tara y am¢guounii He usydeHa. [1pu mc-
cJiefoBaHMM TIpoliecca (popMUpoBaHUsST (DOJUTUKYJIOB
BO (hparMeHTax SMYHUKA TeJICHKA in Vitro ObLIO OTME-
YeHo, 4To OJIOK Meiio3a He HacTyIajl, oka He ObLIU
chopmupoBaHbl 0601049k (Fortune et al., 2011).

DaxkTophl, OIpeAeSIIoNNe Iepexoa OOIIUTOB K
JaJIbHEMIIIEMY POCTY, TaKXe€ W3BECTHbI TOJBKO ISt
MJIeKoTnuTaux (cM. 063opsl: Buratini, Price, 2011;
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Jagarlamudi, Rajkovic, 2012; Kim, 2012; Matsuda
et al., 2012). PocT ooluTa ornpeaessieTcss B3auMoIei-
CTBUEM CUTHAJIBHBIX MyTel psiaa (paKTOpoB, TAKUX KaK
FGPFs, Kit-murang, NGE BMPs, PDGE TGFs u npy-
TMX, CUHTE3UpYyeMbIX KiIeTKamu rpaHynesbl (DPK) u
camMuMm oolMToM. CBSI3bIBAaHUE C JIUTAHAAMU pELET-
TOPHBIX TUPO3UHOBBIX TTpoTeuHkHa3 (RPTK), kito-
YyeBOil U3 KOTOpPLIX siBisiercsl Kit, BbI3bIBaeT akTHUBa-
LU0 CUTHAJBHOrO myTH (ochaTuInInHO3UTON-3-
kuHaza (PI3K)—Akt. ®ochopunupoBanue Akt
MPUBOJAMT K MOAABJICHUIO aKTUBHOCTU MHTMOUTOD-
HbIx MoJiekya oonuta (FOXO, PTEN, AMH u ap.),
MpensITCTBYIONINX Havyaly pocTa posuiukya. Takum
obpazom, @K B gnYHMUKE MJIEKOIIUTAIOLIMX U, ITO-
BUAMMOMY, HU3IINUX TO3BOHOYHBIX TPUHAIJIEXKUT
BaxKHeIIasi pojib B peTyJsILUM Tlepexoa K cTaauu
pocra.

MOP®OJIIOTMYECKHUE ITPEOBPASOBAHUA
OOJUTUKVYIIAPHBIX KIIETOK B ITPOLIECCE
POCTA ©OJIUIMKYJIOB

Mopdonoruueckast CTpyKTypa KJIETOK B (POJUIHKY-
JIe SIBJISIETCSI OTPAKEHUEM MIYIIMX 30ECh MOJIEKYJISIP-
HBIX IIPOLIECCOB M METabOJIMYEeCKOi KooIepauu
MEXIY OOLIMTOM U OKPYKAIOIIMMHU KJIeTKaMu. Pa3Bu-
THE OOLIMTOB LIITOPLIEBOM JISTYLIKY YCIOBHO Pa3nesisi-
foT Ha 6 cragmii (Dumont, 1972).

Ha cramuu | B Hayajie IUMTOIUIa3MaTUIECKOTO PO-
cra (muametp 0.05—0.3 mm), yromeHHble PK TecHO
COIpHKAacaloTcsl ¢ IUIa3MaTU4eCKOil MeMOpaHOoM
oomurta. Mexny coboit @K coenmHsIOTCS aare3moH-
HBIMM KOHTaKTaMu 1 gecmocomamu (Dumont, Brum-
mett, 1978; Wallace, Selman, 1990). K xoniy I cranun
oot 1 @K hopMuUpyIOT HABCTpeUy IPYT APYTY LIUTO-
mia3Marudeckue BeIpocThl, 1 DK mpunomHmMalorcst
HaJ TTOBEPXHOCTBIO OOLIMTA, (DOPMUPYETCSI IIEPUO-
OLIMTHOE ITpocTpaHcTBO. Mexny oorutoM U DK dop-
MUPYIOTCSI HeCITeLIMaIU3UPOBAaHHbIE KOHTAKTHBIE 30-
HEI C pacCTOSTHUEM Mexkay MmemopaHamu 20 HM U 60-
nee (Browne, Werner, 1984). Hanuuue 1ieneBbix
koHTakToB (IIIK) Ha 3TOil cTammym DOCTOBEPHO HE
YCTaHOBJICHO.

Ha craguu 11 (0.3—0.45 MmM) B TeKe yBETUUMBAETCS
KOJIMYeCTBO KoJutareHa, a cioit @K yromimaercs. Ko-
JIMYECTBO W JUIMHA MUKPOBWJIIM Ha TTOBEPXHOCTU
00lIMTa pacTeT, MpY 3TOM IIa3MaTHyecKkasi MeMOpaHa
o0pa3syeT SHAOLMTO3HbIE UHBATMHALIUU MEXIY BBIPO-
cramMy. MUKpPOBWJUIM U WHBaruHallMyd 3HAYUTEIBLHO
YBEJMUMUBAIOT TUIOIIAAb MOBEpXHOCTH ooluTa. PK
YTOJILLIAIOTCS, YU Ha UX MOBEPXHOCTU, OOpallleHHOU K
oouuTy, (opMUPYIOTCS MaKpOBWIJIU, B KOJIWUYECTBE
50—70 mTyk Ha KJIETKYy (HaAIld HEOMyOIMKOBaHHBIE
naHHbie). B pesyasrare cioit @K npuobdperaer apou-
HbIA Bua. Mopdonornuecku Mexay oounutom nu K
BIIepBbIe ynaercs uaeHTuduimponars 1K (Browne,
Werner, 1984), cozmaeTcst ocHOBa 1151 TIPpSIMOiA MeTabo-

KOHAYKTOPOBA, JIVUHNHCKAA

JINYEeCKOI Koorepaluu. B mepnooiMTHOM npocTpaH-
CTBE OCTPOBKAaMU HauMHaeT (pOpMUPOBATHCS 3KEITOU-
Has (BUTeJUTMHOBas1) obosiouka (Dumont, 1972). Ilo
COBPEMEHHBIM JaHHBIM, B COCTaB XEJITOYHOU 000-
JIouky amduonii Bxogat 6 (BO3MOXKHO, 7) pa3inJaro-
LIIUXCS TI0 MOJIEKYJISIPHO# Macce TIIMKOIIPOTEMHOB CO
CXOOHOW JIOMEHHOM CTPYKTYPOA BXOHSAIIMX B HHUX
6enkoB (Harris et al., 1994; Hedric, 2008). PazmmaHbI-
MU METOIaMU ObLJIO IIOKA3aHO, YTO KOMITOHEHTHI 000-
JJOUKM y aM(puOuii CUHTE3UPYIOTCS  OOLIUTOM
(Yamaguchi et al., 1989; Yang, Hedrick, 1997; Kubo
et al., 2000), Torma Kak y KOCTHUCTBIX PbI0O B COCTaB
JKEJITOYHOM 000JIOUKH BXOIUT GEJI0K, CUHTE3 KOTOPO-
ro MHAyUMpoBaH 3cTporeHoM B nedeHu (Hamazaki
et al., 1987). CuHTE3 KOMIIOHEHTOB XEJITOYHOI 000-
snouku B @K 10 cero BpeMeHU He ToKa3aH.

Y HekoTopbIXx am@uOMii HAa IIPEBUTEIUIOTCHHBIX
cTtagusx Obula oOHapyxeHa rereporeHHocTh MK. YV
poratku Kpansemna (Ceratophrys cranwelli) paznnya-
I0T CBETJIbIe M OoJiee KpymHbie TemMHble DK, yib-
TPacTPYKTypa KOTOPBIX YKa3bIBaeT Ha BHICOKYIO CHUH-
TEeTUYECKYI0 aKTUBHOCTh. lLluTorasma BKIIO4aeT
0OJIBIIIOE KOJIMYECTBO CBOOOIHBIX PMOOCOM U IIIEPO-
XOBaTOI'0 AHAOIIA3MUTHUYECKOTO PETUKYIIOMA, CKOIT-
JICHUSI TJIMKOTeHa M BE3UKYJIbl C 3JEKTPOHHO-TUIOT-
HbiMM yactuliamu (Villecco et al., 2007).

I1pu nuccnenpoBanum poUIMKYNOB y uepssr Ichthyo-
phis tricolor n Gegeneophis ramaswamii (Beyo et al.,
2007) aBTopsl pasnenim @K Ha TeMHbIE U CBETJILIC,
OCHOBBIBASICh, TIPEXJIE BCErO, HAa CTPYKTYPE XPOMaTH-
Ha. B smpax TeMHBIX KJIETOK XpOMATHH HaXOIUTCS
MPEUMYIIECTBEHHO B HEAKTMBHOM KOHIEHCHUPO-
BaHHOM COCTOSTHMU, B OTJIUYME OT CBETJIBIX KJIETOK
¢ IEKOHASCHCUPOBAaHHBIM 3yxpoMaTuHoM. C pa3Bu-
THeM oonuta Bce @K cTaHOBITCS TEMHBIMU. DTa
reteporeHHOCTs PK y HekOoTOpPBIX amdpuobmMii, mo-
BUIUMOMY, CBSI3aHA C pa3IMIUSIMU B UX CUHTETHYE-
CKOI aKTUBHOCTH.

Ha craguu III (0.45—0.6 MM) Teka Ipopacraer
KPOBEHOCHBIMHU COCYIaMM, I OOLIUT aKTUBHO aKIIeII-
TUPYET U aKKyMyJUpyeT XKenTokK. @K yBemunBaroTcst
B o0beMe. ZKenTouHast 000JI09Ka K 3TOU cTagui oopa-
3yeT HEIPEPBIBHBIA CJIOU B MNEPUOOLIUTHOM IIPO-
CcTpaHCcTBe. MUKPO- ¥ MAKPOBUJUIM IIPOHU3BIBAIOT €€,
COXpaHSISI TIpSIMBIe KOHTAKTHI oonuta 1 DK.

K cragum IV (0.6—1 Mm) (puc. 2) CKOpOCTh BUTE-
JIoOreHe3a JIOCTUTaeT CcBoero Makcumyma. OolLMThI
3TOM CTaANU TTOKPHITHI XOPOIIIO Pa3BUTOM CETHIO COCY-
noB. Oobem DK npogomkaer pacTv, yBeIMUMBAETCS
00BEM S1Ipa U SIAPBIIIKA, YTO YKA3bIBAET HA POCT CUH-
TETUYECKON aKTMBHOCTH B HUX. C poCcTOM oolLIMTa Ha
cragusx IV=V (1-1.2 mM) Mexny ®PK Bo3HUKAIOT
MPOMEXYTKHU, aAre3MOHHbIE KOHTAKThl COXPaHSIOTCS
Ha BbIpocTax @K (puc. 3). TpaHcanmmuTenMaabHbIE Ka-
HaJIbI TTO3BOJISIIOT CBOOOIHO MPOXOAUTDH BUTEJIOTEHU -
Hy (BI') u npyrum MakpomoJjieKyiaM 13 KalmuIsspHOi
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Puc. 2. Cxema ctpoeHus osnukyna Ha cT. V. Oo — oouut; ®K — domnukynspHbie Kiietkr; KC — KpoBEeHOCHBIH coCy;
D6 — pubpobaact; A — sinpo; 2KI' — kentounsie rpaHyibl; 2KO — xeaToyHast 000J109Ka.

ceTd K ooumty. ZKeaTodHasi 000JioUKa JOCTUIraeT K
3TON CTaAvM CBOEU MAKCHUMAJbHOW TOJIIWHBI, IPU
3ToM MHorouuciaeHHele IIK wMexny orpocTtkamMm
oorura u @K coxpaHsoTCS.

K craguu VI (1—1.3 MM) BUTEIUIOTEHE3 3aBEpIIacT-
cs1. MuKpo- ¥ MakpoBWJUIM 3aMETHO JETPaTupyioT.
Croit ®K craHoBuTcs ToHbIIe. Ha 3Toi1 cTaguu Ko-
mmyectBo DK gocruraer 10—14 Thics4 Ha OOLIMT, a
IUIOTHOCTH COCTaBIIsAET MpuMepHO 32 Ha 10000 um?
MOBEPXHOCTH OOIIMTA HITIopleBoi aarymku (Miledi,
Woodward, 1989).

Vierpactpykrypa @K 3penbix oonuToB aMbuounia
ObL1a uccliemoBaHa B psne padot (Dumont, Brummett,
1978; Browne,Werner, 1984; Hsii et al., 1985, Vilecco
et al., 2007 u np.). Mutoxonapuu B @K mmeror Tpyo-
yaryio popmy. Komruieke Tonbmky Xopoio pa3BUT U
4yacTo pacriojioXeH rpymnamMu Boau3u siapa. Ilepoxo-
BaTblil DHAOIIA3MAaTUUYECKUN PETUKYIYM C pudOCO-
MaMU OOBIYHO BBIMJISIAUT KaK HECKOJIbKO KOPOTKUX
cerMeHTOB. B KjieTkax MHOTrO IIaJIKOro 3HI0Il1a3Ma-
TUYECKOTO peTUKyJIyMa. B iuTornnasmMe ecTb XK1MpoBbIe
Karuii, KOTOpble MOTYT coAepXXaThb 3JIeKTPOHHOILIOT-
Hble BKJIIOUeHUs. VIMeITCcsi MHOTOUMCIIEHHbIE BE3U-
KyJIbl KaK B LIMTOIJIa3Me, TaK U OTKPbIBAIOIIIUECS Ha-
PYXKY, a TaKxKe MYJIBTUBE3UKYJISIpHBIC TeJiblia. Bee me-
peuucieHHoe XapaKTepHO TUIS1 KJIETOK,
CUHTE3UPYIOLINX CTEPOUTHBIC TOPMOHBI.

N3meHeHUs1 B MOPPOIOTMUECKOt CTpYKType PoI-
JIMKYJIOB Ha IPEBUTEJIJIOT€ HHBIX, BUTEJIOTEHHBIX CTa-
JIUSIX U B TIPOLIECCE CO3PEBAHUS KOPPEIUPYET C MOJIe-
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KYJISIPHBIMU MIpolieccaMy, uaymumMu B oouute, @K n
TEeKE U OTPAXKAIOT UX B3aMMHOE BIIUSTHUE.

HIEJEBBIE KOHTAKTBI OOLUUTA
N OOJUTUKYJIAPHBIX KIIETOK

Yepes HIK Ha MUKPOBUILISIX OOLIUTA Y MAKPOBUJII-
asix DK ocyiiectBasiercsl TipsiMasi MeTabonJecKast
KooIlepalysl U CeJISKTUBHBIN HallpaBJIeHHbIN TpaHC-
nopt BemectB. IK mexnmy oonurom u @K urpator
BaKHEHIITYIO POJIb B IIPOIIECCE POCTa OOIIUTA, TTOIIEP-
>KaHWU 0JIOKa Meio3a U TTOCJIeAYIOIIEM CO3PEBaHIM.

DdyukunonanbHoM equnuiein K saBasieTcst KoH-
HEKCOH — KJIACTep, COCTOSIINI 13 6 OEJIKOB KOHHEK-
CUHOB. Y IIIOPLEBOM JISITYIIIKA WCCJIENOBAHO IOKa
JUlIb 9 KOHHEKCMHOB (mpoTuB 20 y MJIEKOMNUTAIO-
mux). MIx Ha3BaHUs COOTBETCTBYIOT IpeACKa3aHHOM
MoJleKyIsipHoit Macce: Cx28.6, Cx29, Cx30, Cx31,
Cx38, Cx40.4, Cx41, Cx43 u Cx43.4 (Gimlich et al.,
1990; Yoshizaki, Patifio, 1995; Landesman et al., 2003;
De Boer et al., 2005a; De Boer et al., 2006). OcHOBbI-
BasiCb Ha WX HYKJICOTUIHON ITOCIEOOBATEILHOCTH,
KOHHEKCHHBI MOXXHO pa3aesiuTh Ha o-rpymiry (Cx38,
Cx40.4, Cx41, Cx43), B-rpynmy (Cx28.6; Cx29; Cx30,
Cx31) u Hecnneunduueckyio (Cx43.4). KoHHeKCHHBI
Cx31, Cx41, Cx43 u Cx43.4 Xenopus IBJISIIOTCSI OPTO-
JIJoTaMHM XOpOIO WM3YYeHHBIX KOHHeKcMHOB Cx31,
Cx37, Cx43 u Cx45 MIeKOoIMUTaIOIIMX COOTBETCTBEH-
Ho (Landesman et al., 2003; de Boer et al., 2005a).
Cx38 saBisieTcsl yHUKAJIbHBIM KOHHEKCUHOM Xenopus,
He uMes cxoncTBa 6onblile 38% HU ¢ OTHUM U3 KOH-
HEKCUHOB MbIIM U Danio. UneHTuduiimpoBaHbl, HO

2%k
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Puc. 3. Croit hommukysipHbIX KieTok. CTpelkaMK yKazaHbl MAKPOBWJLIM Ha MOBEPXHOCTH KJIETOK, OOPAILIEHHOM K OOLIUTY.

HeoxapakTepusoBaHbl Cx25, Cx26, a TaKKe 4acThb M0-
ciemoBatenbHOCTH Cx50 (De Boer, Van der Heyden,
2005b).

B oonmtax metogom ITLP oonapy:xena MPHK ue-
ThIpeX KOHHeKcMHOB — Cx31, Cx38, Cx43 u Cx43.4
(Gimlich et al., 1990; Yoshizaki, Patifio, 1995; Landes-
man et al., 2003). MPHK Cx38 obHapyxeHa B 3HAUM-
TeJIbHBIX KOJIMYECTBaX B oolnTaX. B 3penbIx stifax ee
KOJINYECTBO B aHUMAaJIbHOM 1 BereTaTUBHOM ITOJTYIIIA-
pusix paBHbI. UHTepecHO, yTo Cx38 mis ¢oopMupoBa-
HUS KaHAJIOB Yallle 00pa3yeT reTepOTUITNUYECKIUE TTaphl
¢ Cx43, yem roMotunuueckue (Swenson et al., 1989).
Ilocne orutomoTBopeHust siina coaepxkanne MPHK
Cx38 B HEM pe3KOo NagaeT, a HoAaBJICHUE TPaHCISILIUUA
reHa He HapyllaeT pa3BUTUS 3apOAblleii. DTo maer
OCHOBaHUeE I10JIaraTh, 4YTo CBOIO (pyHKIMio Cx38 ocy-
LLIECTBJISIET BO BpeMsI OOTeHe3a.

Bonbliioe uccienoBaHue 3KCOPECCUU KOHHEKCH-
HOB METOJOM MMMYHOTMCTOXUMUU OBLJIO BHITIOJTHEHO
Ha SMYHUKE MBI, BblTo MoKa3aHo, YTO KOHHEKCH-
HbI KOHTAKTOB OOLIMTA C KJIETKAaMU IpaHyjie3bl 1 KOH-
HEKCUHBI TeKW MPUHAIJIeXAT roaceMeicTBy B (Cx32
n Cx26), Torma Kak KOHTaKThl MEXIy KJIECTKaMM rpa-
HyJIe3bl 00pa3oBaHbl KOHHEKCMHAMU TOJICEMEMCTBA O
(Cx 43, Cx37 u Cx45) (Wright et al., 2001). B oounTax

Cx37 B maHHOU paboTe oOHapyxXeH He Obul. ITozxke
ObUTO MoKa3aHo, 4yTo Cx37 B ooLMTaxX MPUCYTCTBYET U
obpa3yeT TOMOTUITMYECKUE KOHTAKThI OOLIUT-TPaHy-
ne3a (Veitch et al., 2004). Kakune KOHHEKCHUHBI B KJIET-
Kax TpaHyJje3bl SIBJISIIOTCSI TETEPOTUTTMYECKUMU TapT-
HepaMU KOHHeKCHUHOB oolnTa Cx26 u Cx32, wiv oHU
00pa3yloT TeMUKOHHEKCOHBI, 1 KaKOBa 1X (pU31O0JI0-
T4YecKast pojib OCTaeTCsI HEBBIICHEHHBIM.

Y Xenopus optonorom Cx37 MIJIEKOIUTAIONINX,
dopmupyromero IIK oouut-rpaHynesa, siBiaseTcs
Cx41, skcnpeccust KOTOPOTO B OOLIMTAaX OTCYTCTBYET
(Landesman et al., 2003). Cx41 B HacTosilliee BpeMs
€IMHCTBEHHBIN M3BeCTHBINT KOHHeKCMH DK ambu-
ouii, popmupyrommii 1K mexny Humu. Cx41, Bo3-
MOXHO, Y4acTBYeT B (DOPMHPOBAHUM TETEPOTUTTNIEC-
CKMX KOHTAaKTOB C ydacThWeM KOHHeKCHMHOB Cx31,
Cx38, Cx43 u Cx43.4 oouuta. Haubonee BepossTHBIM
KaHauaaToM siBisieTcst Cx38, sKcIipeccust KOTOporo B
OOIIUTAX BHIIIE IPYTHX.

Jlonro cumTamoch, YTO TMPOHUIIAEMOCTh KaHasa
onpeaessieTcsi pa3MepoM IOpbl, 00pa3yeMoii KOHHEK-
CUHOM, 1 Yyepe3 Hee MOTYT MPOXOIUTH BEIECTBA C MO-
JIeKyJIsIpHBIM BecoM 10 2 K/1a. ITo3xe 0OHapyXIJIOCh,
gro 1K 0b6agaroT BEICOKOI CETEKTUBHOCTHIO IT0 OT-
HOIIIEHUIO K OMOJIOTMYECKU 3HAUMMBIM HYKJICOTHIAM,
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aMMUHOKMCJIOTaM, caxapaM M pa3judHbIM HOHaM
(cM. 0630p Harris, 2007). B 2005 r. BanbsioHac ¢ kosie-
ramMy Ha KJIeTKaxX MJICKOITUTAIOLIMX MOKa3aJIu BO3MOXK-
HocTb npoxoxaeHust sSiRNA maccoii okomo 2—4 k1A
gepe3 K, mpraem siRNA mmpoxonmia TOIBEKO depes
KOHTaKThI, oOpazoBaHHble Cx43, Ho He Cx32 unm
Cx26 (Valiunas et al., 2005). HegaBHO ObLIO ITOKa3aHO,
4TO HEeOOJIbIIME IeNTUALI ¢ Maccoil 1.8 xJla moryr
npoxoauth uyepes 1K, eciu mo3Boistet nx 3D cTpyk-
typa (Neijssen et al., 2005). B atoM ke romy ObuLia
OITyOJIMKOBaHa CTaThbsl, JIOMAloIasi MPeACTaBICHUS O
pa3Mepe MOJIEKYJ, CITOCOOHBIX TpoxoauTh yepe3 K.
bruta mokaszaHa CIIOCOOHOCTH KaJIbMOIYJIMHA pa3Me-
poMm 17 x/1a nipoxomuth yepe3 11K u3 oouura B DK
mropuesoi ssiryky (Curran, Woodruff, 2007). ITo3s-
JKe TaKasi BO3MOXXHOCTh ObLiIa IToKa3aHa J1J1sl TPOTIOHU -
Ha pasMmepoM 18 x/la (Cieniewicz, Woodruff, 2010).
ABTOpPBI BBICKA3BIBAIOT MPEAIIOJIOKEHNE, YTO 3TOMY
CITOCOOCTBYeT (pUOPMILISIpHASI TpEXMEpHasi CTPYKTypa
3TUX 0eJIKOB. BO3MOXHO CIUCOK O€JIKOB, CITOCOOHBIX
npoHukaTth yepes LK, OyneT pacimpeH. TpaHcmopT B
MIPOTUBOIIOJIOKHOM HarpaBneHnu u3 @K B ooyt g0
HaCTOSIIIETO BpEeMEHU HE IMoKa3aH BBUIY METOIMYE-
CKUX TPYIHOCTEN.

YV Xenopus Ttaxke oOOHapyXeHbl HaHHEKCHHBI
PANXI1 1 PANX2. [TaHHEKCUHBI CXOJHbI C UHHEKCH-
Hamu, opmupyromumMu K y 6ecrio3BOHOYHBIX U
WMEIOT  TOIOJIOTMIO  MOJOOHYI0  KOHHEKCHMHaM
(Panchin, 2005). PANXI1 6su1 HatineH cpenu EST xito-
HOB, TTOJIydeHHBIX 13 ooLIMTOB (de Boer, van der Hey-
den, 2005b). MHorouucjeHHbIE UCCIeIOBAHUS TaH-
HEKCHUHOB IOCJIEAHETO BPEMEHU Y TIO3BOHOUHBIX T103-
BoysiioT cumTath, uyro K oHm He dopmupyior, a
00pa3yroT ITOphI Ha TIa3MaTUYECKON MeMOpaHe IJIst
rmapa- M ayrToKpuHHOI perynssuum (Sosinsky et al.,
2011). Ponb maHHEKCMHOB B OOTeHe3e He U3yUYeHa.

YYACTHUE OOJUIUKYIIAPHBIX KIIETOK
B BUTEJUIOTEHE3E

bonpimmmHcTBO aM@ubMii TIpoayLMpyeT OOJbIIOE
KOJIMYECTBO SIU1I, OOraThIX >KeJITKOM. Pa3zmMep pa3BuBa-
FOLLIMXCSI OOLIMTOB KOPPEIUPYET C KOJIMYSCTBOM 3aria-
caeMoro keiatka. Ilponecc akKymyssimu XKeaTKa,
T.H. BUTEJUIOTEHE3, SIBJISICTCS BasKHBIM 3TAIlOM pPa3BH-
TUST oolTa aMpuouii. 2KeaTok SIBASIETCSl TNIaBHBIM
MCTOYHUKOM IIMTATEJIbHBIX BEIECTB I pa3BUBaIO-
IIeTOCsI SMOPHOHA BILIOTH JI0 Havaja aKTUBHOTO ITH-
TaHWS TNIAHKUA.

IIpeniecTBEeHHUKM XeJITKA MOXKHO pa3iesIuTh Ha
HECKOJILKO TUTIOB HA OCHOBAaHUU MECTa X CUHTE3a U
MYTU aKKYMYJISILIUKA B TpaHy/ibl. OCHOBHBIM Mpe/Iiie-
CTBEHHUKOM XKeJITKa Y aM(UOUii SIBISIIOTCS BUTEJIIO-
TeHUHBI, KOTOPBIC IPEICTABIISIOT COOOM MYJIBTUIO-
MEHHBIE JIUTTONPOTENHBI, KOTOPbIe Y Xenopus KOTupy-
1oTcs yeThlpbMs reHamu (Al, A2, B1, B2) ¢ Beicokoit
romouorueit. (Willey, Wallace, 1981; Wahli et al., 1982;
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Gerber-Huber et al., 1987; Wallace et al., 1990; Yoshit-
ome et al., 2003).

B oTBeT Ha BblAeNsIeMble TUTIO(PU30M TOHATOTPO-
MUHBI QOJUTUKYTOCTUMYIUPYIOIINUI U JIIOTEUHU3UPY-
foruit ropMoHbl (DCT u JIT') hommuKyibl HAYMHAIOT
nponyurposath actpaanon-17f3 (E,) (Redshaw, 1972;
Polzonetti-Magni et al., 1998). E, ctTuMynpyet CUHTE3
BI' xmerkamMu nedyeHU. MakcMMalbHON CITOCOOHO-
cThio K cuHTe3y E, 061anatoT BuTeioreHHbIe (oI~
kyJbl (Fortune, 1983). I1pu pazButuu ¢osuimkyaa ot
craguu IV K cranuu VI nponykuusi E, cHuxaetcs B
10—30 pa3. CuHTe3 ropMOHa B M30JUPOBAHHBIX (hOJT-
JIMKYJISIPHBIX 000JIOYKaX OOLIMTOB 3TUX e CTaauii
CHIXaeTcsl TOAbKO B 4 pa3a. Takum o0pa3oM, Beayiiiasi
pOJIb B CMHTE3€e 3cTpaanoia-17f3 u cTuMynsiiuy Beipa-
ootku BI' mpunHamnexur camomy ooumTy (Stretarugsa,
Wallace, 1997).

BI" TpaHCcniopTHUpyeTcsi ¢ KPOBOTOKOM B SIMUHUK U
MHTepHaIM3yeTcs pacTymumu ooumTtamu (Wallace,
Dumont, 1968; Wallace et al., 1973; Varriale, 1988). Pa-
HEE CUMTAIOCh, YTO HakorieHue BI' B ooliutax Hauu-
HaeTcsl B KoHLe ctaguu II—Havane cragum 111 (nua-
meTp 0.45 MM), Korga CTaHOBSITCS BUIOHBI IIEPBbIC
JKeJITOYHbIEe rpaHyJibl. OIHAKO HAKOTUJIEHUE XKeATOY-
HbIX OEJIKOB HAaUMHAETCS paHblile, HA CTaaUsIX, KOTO-
pbie cuuTanuch npesutesuioreHHbiMU (O’Brien et al.,
2010).

Y106kl momnacth B oouuT, BI' noimkeH nmocnemoBa-
TeJIbHO TTPEO0I0JIETh HECKOILKO 0aphepOB: IHAOTEINI
COCYIIOB, COCAWHUTEIbHOTKAHHYIO TEKY, 0a3ajlbHYIO
meMOpaHy, ®K 1, HaKOHeEIl, >KEJITOUHYIO O0OJIOUKY.
IMonararot, yto nyth BI' yepe3 mepeuricieHHbIE TIpe-
rpaibl K MOBEPXHOCTH OOLIUTA OCYIIECTBISETCS IO
MEXKJIETOUYHBIM [IPOCTPAHCTBAaM, IIOpaM 1 KaHajlaM, a
3aTeM TTOCPEACTBOM PELIETITOP-OMOCPEIOBAHHOIO -
HouMTOo3a U 3HAouMTOo3a BI' morolaercss oolutomM
(Opresko, Wiley, 1987; Wallace, Selman, 1990; Stifani
et al., 1990). Buyrpu oonura BI' mporeonutuuecku
pacCIICIUISIIOTCS B 9HAOCOMAaX Ha JIMTTOBUTEJUIMHBI C
BBICOKOU M HU3KOU MojekyasipHoid maccoii (LvH n
LvL), docButunsl (Pv) n dpakrop Brnedopanma tuna
O (VWFD), dopMupys nmepBUYHbBIE >KEJITOUYHbBIC Tpa-
Hyabl (Opresco et al., 1980; Buschiazzo et al., 2003;
Finn, 2007).

Bo Bpewmsi ooreHesa caMm OOLIMT TakKe CUHTE3UPYET
0eKu, XUpPbl U yriieBonbl. [lonarator, 4YTo JUIUIBI
HAYMHaIOT CUHTE3UPOBATHCS OOLIMTOM €111€ HA TPEBU-
TeJUIOTeHHOM cTanuu. Yxe Ha Il ctanuu HabmomaeTcst
CKOIUICHWE MEJIKUX JIMITUAHbBIX BE3UKYJ BOKPYT SIapa.
TMonucaxapuabl 3amacaloTcsi OOLMTOM B BUIIE TJIMKO-
TreHa U HEWTPpaJIbHBIX MYKOITIOJIMCaXaprua0B B ITOBEPX-
HOCTHOM CJIO€ XeITOYHBIX rpaHys (Albanese-Carmig-
nani, Zaccone, 1977). CuHTe3 NIMKOreHa B OOLIMTax
MOXET OCYILIECTBIISIThCS IPsIMBIM (depe3 UDP-rimo-
KO3Y) 1 HEIPSIMBIM (4€pe3 MOJIOYHYIO KMCJIOTY) ITyTEM
(Kessi et al., 1996; Preller et al., 2007).
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ITo ouenke Onpecko u Bunu, 80—90% ToTabHOrO
OeJika 3pesIbIx OOLIUTOB MpoucxoauT u3 BI, moiyyae-
MOTO C KPOBOTOKOM, a Tipoune 10—20% Genka cuHTE-
aupytorcsa oouurom (Opresko, Wiley, 1987). B coctaB
JIMTIUAHOM (ppaKLIMU XKeJITKA CYILIECTBEHHBIM BKJIAL
BHocaT PK (Uribe, 2003). ¥V 3aKOHYMBIINX POCT
ooluToB Bufo arenarum nunuaHasi ¢ppakius comaep-
JKUT, TJaBHBIM oOpaszoM, ¢ochoaunuasl (pochaTu-
IWIXOIUH U (HOCTUAUISTAHOJIAMUH), HEHACHIILIEH-
Hble pochonunuabl, TPUALWITJIMLIEPOJIbI, MOJISIPHbIE
U HelTpanbHble Tunuabl (Buschiazzo et al., 2003; Bus-
chiazzo, Alonso, 2005). CymMapHOe KOJIMYECTBO JIU-
MUIO0B yBeIMUYMBaEeTCs BABOE K ctaguu IV o cpaBHe-
Huto co cragueii 111 (Bruzzone et al., 2003).

MonekysipHble KacKaabl, 3a1€iCTBOBAHHbIE B Pe-
TYJSIUMY BUTEJUIOTEHe3a, 10 KOHIA He SsICHBI. [lo-
CKOJIbKY SIMYHUK aM(pUOUil OTHOBPEMEHHO COAEPKUT
OOLIUTHI Pa3HBIX CTAIUIA Pa3BUTHUS, T.€. B OMHOM 1 TOM
K€ TOPMOHAJIbHOM OKPY>K€HUM 3aXBaT U HAKOIUICHHUE
JKEJITKa OCYILIECTBIISIETCSI TOJBKO OIpaHWYEHHOM I10-
MyJISIUe OOLIMTOB, TO MOXHO MPEANOJ0XUTb, YTO
CUTHAJI, PETYJIUPYIOIINI BUTEJUIOTEHE3, IOJDKEH
MMETb JIOKAJIbHBINM XapakTep. MOHAKO ¢ cOaBTOpaMu
nokasai, aro pasodmenne K ¢ momoiimpio okraHona
y Xenopus MpUBOIUT K TOPMOXKEHUIO Mpoliecca BUTE -
norene3a (Monaco, 2007). McciiemoBaHue TMHAMUKI
9KCIPECCUN OBapUaTbHBIX KOHHEKCHOB C TIOMOIIIBIO
OT-IILP mmokazasno, yro Cx43 HauMHAET SKCIIPECCHU-
poBaTtbcs co ctaguu I1 v ero akcrpeccust HapacTaerT 1o
Mepe pocTa OOLIMTA, OHAKO ero (byHKIIMS OMHO3HAY-
HO He yctaHoBineHa. Ha X. laevis Obu10 TIOKa3aHO, YTO
TSI MTHAYKIWY U TIOAIepXXKaH1S BUTEJIJIOreHe3a He00-
xonuM 1iepeHoc TAM® u3 @K B oonur uvepes K.
HapyiiieHre CBSI3HOCTM KJIETOK OKTaHOJIOM WJIA MH-
TMOMTOPOM KaJIbMOMYJINHA, PETYJIUPYIOIINM IIPOHM-
maemocth 1K, mpuBoauT K OCTaHOBKE BUTEJUIOTECHE -
3a (Luque et al., 2011). JobasieHue B cpeny 10HAMD
MOJIHOCTHIO BOCCTAHABIMBAET MPOLIECC MHTEPHAIU3A-
uuu BT Takum o6pazom, @K urpatot KioueByro pojib
B BUTEJUIOTECHE3E.

POJIb ®OJUTUKYIIAPHBIX KIIETOK
B CTEPOMAOIEHE3E M1 CO3PEBAHUU

Yuactue B cTepoulioreHe3e — BTO BaKHeMIast
GyHKIIMSA (POUTHMKYIISIPHOTO SIUTENIHS B IIPOLIECCE PO-
cTa u co3peBaHus oonuTta. C HaCTyIJIEHUEM Meproaa
Pa3MHOXEHUSI MOBBIIIAETCSI YPOBEHb TOHAAOTPOITHBIX
ropMoHoB Turodusza. YposeHb ®CI 3HauuTesieH B
MEPUOJl POCTa OOLIMTOB, TOTAA KaK ypoBeHb JII TTOBBI-
LraeTcsl B mepuof ux co3pesanus. Peuentopsl K ®CI’
n JII' (OCT'P uJIT'P) y amdunbuii moka He KIIOHUpOBA-
HbI, OJJHAKO, KIIOHUPOBAHbBI Y PBIO Pa3IMUHBIX TAKCO-
HOB B CBSI3U C UX OOJIBILION MPaKTUYECKON 3HAYNMO-
CTBIO T peIOoBOACTBA. beIo TokazaHo, yto @CI'P u
JIT'P pBIO IBIISIOTCS pelienTopaMu, COTPSKEHHBIMU C
rerepoTpuMepHbIMU [ TM-CBA3BIBAIOIIMMU OeIKaMu1

KOHAYKTOPOBA, JIVUHNHCKAA

(GPCR) (Ascoli et al., 2002; Smits et al., 2003). ®CI'P
OOHapyXeHbl Ha KJIETKaxX rpaHyje3bl ((hoIuKyIsp-
HBIX KJIeTKaX) U TeKU, Torma Kak perentopsl K JII' 06-
HapyXeHbI ToTbKo Ha @K. Perientopsl K rOHAIOTPOTII-
HbIM FOpMOHaM B OOLIMTaXx He oOHapyxeHbl (Miwa
et al., 1994). ITo-BuaMoMYy, 3TO BEpHO 1 Is1 aMpu-
OMIii, ITOCKOJIbKY MCCJIeOBaHMsI MOKa3bIBaloT, uTo JIT
CTUMYJIMPYET co3peBaHue (hOJUTMKYIIOB, HO HE OOLU-
TOB 6e3 o6onouek. @CI'P ¢ onuHakoBoit 3¢ heKTUB-
HocTblo cBs3bIBaeT Kak DCT, tak u JIT, Torga kak JITP
CBsI3bIBaeTCs TObKO ¢ JIT' 1 0061amaeT BEICOKOI BUIO-
crrermdmaHocTho (Oba et al., 1999 a, b).

IMon pevictBuem PCI' u JII' ®K nponyuupytor
nporectepoH (I1r) (puc. 4), a KIIeTKM TeKN — aHIpOTe-
Hbl (Kwon, Ahn, 1994; Sretarugsa, Wallace, 1997; Ahn
et al., 1999). IIponukas B oouurt, IIr MmoxkeT rpeodpa-
30BBIBaThCS B aHJIPOT€HBI C ydacTueM 17-ruapokcuna-
361 (Cyp 17), KOoTOpasi 3KCHpecCUpyeTcs] UCKITIOUM-
TenbHO B oonuTax (Thiber-Fouchet et al., 1976; Mul-
ner et al.,, 1978; Yang et al., 2003). AHaporeHbl
aHIPOCTEHIVOH U TECTOCTEPOH Jiajiee MOTYT Mpeodpa-
30BaThCs B 3CTPOH U actpamauon-17f (E,) B pe3ynsrare
peakuumM ¢ ydJactueM u30(opMbl 1mToxpoma P-450
apoMarasbl (Gohin et al., 2011). E, sBasierca kioue-
BbIM TOPMOHOM B MHIYKIIMU BUTEJUIOTEHE3a U MOMY-
JISILMU TIpoliecca CO3peBaHMSI OOLIMTOB. ApomaTasa
9KCIIpecCUpyeTcsl BUTEJUIOTeHHbIMU ooliuTaMu 1 @K
Ha 3Tux cragusx. [Ipu aToM cymMmapHasi akTUBHOCTb
depmenTta B @K BhIIE, YEM B OOLIMTE OOJIee YEM B
2 paza. DKcIpeccusi apoMarasbl U €€ aKTUBHOCTb Pe3-
KO TMajaarT B Mo3aHeM ooreHese (ctanust VI). Takum
00pa3oM, KaK OOLIMThI CPEIHUX Pa3MepoOB, TaK U UX
@K crnocobHBI TIpomynMpoBaTh E, M3 aHApOTeHOB.
Hannaue B oorturax Cyp 17 m apoMaTtasbl TO3BOJISIET
cuHre3uposath E, u3 IIr (Gohin et al., 2011). TTpocy-
1ecTBoBaBiasi moutH 20 JieT IByXKOMITOHEHTHAsT MO-
IeTb peTysIiuu cuHTe3a E, B smaHnke (teka 1 PK)
ObUIa IOMOJIHEHA TPETbUM YYaCTHUKOM — OOLIMTOM.
Bo3MoOxXHO, cyliecTByeT B3aMMOJEUCTBUE MEXITY
OOLIMTOM U €r0 COMaTUYECKMMM KOMIMapTMEHTaMH,
HaIpapeHHOE Ha peryJsisiluio nponykuuu E,.

PeuenTtopsl k E, oOHapyxkeHbl B (oumkynax u
OOLIMTaX Ha BUTEJJIOTEHHOW U MOCTBUTEJJIOT€HHOM
cranusax (IVu VI ctagun), n ypoBerns nx MPHK ocra-
€TCs CTAOMJIbHBIM B MEPUOJ MO3THETO BUTEJJIOreHe3a
u co3peBaHusi. UuruduropHselii apdext E, Ha co3pe-
BaHue orocpenoBaH PK. ITokazaHo, 4TO 3CTpamno
npensitctByeT B @K mpeBpallleHUIO TIperHeHOI0Ha B
IIr mox meiicTBMEM TrOHAZOTPOITHBEIX ropMOHOB (Lin
et al., 1988; Gohin et al., 2011).

B ncciienoBaHMsSIX MpOIIeCCOB CO3PEBAHUS i Vitro B
KauyecTBe MHAYKTOpa yacTo ucnoab3yercs I OagHako
PaTMOMMMYHOJIOTUYECKUIA METOA HE BBbISIBUI MOBbI-
LLIEHUST YPOBHSI CTEPOUIHBIX TOPMOHOB HU B IMYHUKE,
HM B CBIBOPOTKE caMOK X. laevis in vivo, HU BO ¢par-
MEHTAaX SUYHUKOB in Vifro OCIe UHIYKIIUU XOPUOHU -
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B xpoBoTOK

Puc. 4. Cxema cuHTe3a CTEpOUIOB B siMYHMKe aMpuouii. B mpoliecce BUTesUIoreHe3a B OTBET Ha TOHAAOTPOMHbIE TopMOHbI PCTT
n JIT kyieTku Teku riponyupytot anaporeHbsl, @K — rporecrepoH. AHAPOTeHbI TEKU MPOHUKAIOT B (DOJUTUKYIISIPHBIC KJIETKH, TIIE
€ yyacTueM apomarasbl IpeBpalnatorcs B actpaanon-17f. [porecrepon @K, mocTynus B 0OLIUT, IPEBPALLAETCS B AHAPOTEHBI, &
3aTeM B 3cTpanuoii- 173, KOTophIii BBI3BIBACT CUHTE3 BUTEIUIOreHUHA B TiedeHU. [lepen co3peBanuem JIT' u @CI BBI3BIBAIOT MTPO-
nykiuto mporecrepoHa B @K u aHaporeHoB B KiieTKax Tekd. [IporecTepoH B 0OLIMTE YaCTUYHO MpeBpallacTcsl B aHAPOTSHBI.
[IporecTepoH 1 aHAPOTEHBI CBSI3BIBAIOTCSI CO CBOMMU PelieNTOpaMu B OOLIMTE, 3aITyCKasi MPOLIECC CO3peBaHMsI. A — aHIPOTEeHBI,

D — actpanuon-17p, [1 — mporectepoH, Apom — apomarasa, 17-I'OA — 17-runpokcunasa, ’ — MeMOpaHHBII ¥ IUTOILIa3Ma-

TUYECKUI PELIENITOPBI K MPOTreCTEPOHY;

DK- ¢pomnmukynsapHas kierka, 11K — 1ieneBoit KOHTaKT.

YeCKUM TOHanoTpoInrMHoM 4ejioBeka (XI'Y). YpoBeHb
IIr coxpaHsiicst Ha rpaHulIe AeTeKIUU MeToa, Toraa
KaK YpOBHU aHAPOTeHOB — aHAPOCTEHIMOHA U TECTO-
CTepoHa HOoBbIIIAIUCH Oosee, yeM B 10 pa3 (Fortune,
1983; el-Zein et al., 1988; Lutz et al., 2001). Kpome TO-
ro, MTHrMOMpoBaHMEe CUHTE3a aHIPOreHOB IIPUBOIUT K
3agepxkke oBysiuuu (White et al., 2005), Torma kak
MOJIYJISILIMST KOJIMYEeCTBA KJIaCCUYECKOTO peliernTopa K
I1r 1 ero akTUBHOCTY BJIMSIET HA CO3PEBaHKE OOIIMTOB,
uHayuupoBaHHoe Ilr, He3HaumTenpHO (Bayaa et al.,
2000; Tian et al., 2000). CoBOKYIHOCTb 3THX JaHHBIX
MO3BOJIWJIM PSIIy aBTOPOB 3aK/IIOYUTh, YTO aHApPOTe-
HaM, a He Ilr, npuHaIJIeXXUT Beayluast poJib [P CO3pe-
BaHuu in vivo (Evaul et al., 2007). OgHako B pabote
Xakkapja ¢ KoJUleTaMu METOJIOM Ta30BOil XpoMaTo-
rpacduu ¢ Macc-CeKTpoMeTpureit pocT KonudecTtsa [1r
B ooruTax B 30—40 pa3 mociae CTUMYJISILIMM JIIOTEMHU-
3UPYIOLIMM TOPMOHOM ObLT AOCTOBEPHO IOKa3aH
(Haccard et al., 2012). XoTs a¢hdexkTruBHasT KOHIIEH-
Tpalys TECTOCTEPOHA 11 CO3PEBAHUS in Vitro OOLIM-
TOB 0e3 00os1ouek Hipke B 10 pa3 appeKTUBHOM KOH-

OHTOT'EHE3 TomM 44 Ne5 2013

— MeM6paHHBII>'I U LIUTOIUIA3MaTUYECKUIA PELIENITOP K aHIPOreHaM; Oo — OOLMUT,

LIEHTpallMM TporecTepoHa, nocie ctumyasuuu JII
ypoBeHb [T moctrran cBoero MakCMMaIbHOTO 3HaYe-
Hus (100 HM) yke yepe3 yac, Toraa Kak KOHLIEHTpa-
IIMsT aHIPOTEHOB HapacTaia MeIeHHo. TakuMm obpa-
30M, [1r aBisieTcss mepBbIM, a TIOTOMY, TTO-BUAMMOMY,
IJIABHBIM CTepOUIOM, KOTOPBIN poayiupyeTcss PK B
oteT Ha JIT.

Hanuune GomMKyISIpHBIX 000JIOUeK CHMXKAeT
3(pPEeKTUBHOCTD JCCTBUSI BHEIITHETO TECTOCTEPOHA U
I1r va nBa nopsnaka (Haccard et al., 2012). Takum 006-
pa3oM, (POJUIHKYJISIPHBII CJTOM MOXET CITYKUTh Oapbe-
POM 11 IIPOHUKHOBEHMSI TOPMOHOB K OOLIMTY 1 MH-
rMOUPOBaTh MHAYKIIMIO CO3PEBaHUST BHEIITHUMU CBO-
6omubiMu cTepougamu (Mulner, Ozon 1981; Patino,
Purkiss, 1993; Haccard et al., 2012). I1pu Bo3neiicTBuun
HU3KuX KoHueHTpauuii Ir (0.25—1 Mxr mi1) Ha ¢oJ-
JINKYJI TOPMOH, TTO-BUIUMOMY, cBsI3bIBacTcsa PK 1 He
JIOCTUTAeT MOBEPXHOCTU ooumTa. OgHAKO, co3peBa-
HUE OOLIUTOB IIPOMCXOIMUT C ydacTheM (pakTtopa He-
CTepOUIHON TIpupoabl, cuHtesupyemoro @K u npo-
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Hukatoniero B oouur yepe3 K (Ckobmauna, 2003;
Cko0auna, 2004).

MeTtonoM ra3oBoii Xxpomarorpaguu ¢ Macc-criek-
TpOMeTpUeil TakKe OOHAPYKEHbBI CYJIb(aTUPOBAHHbIE
BOIOPACTBOPUMEIE (DOPMEBI IPETHEHOJIOHA U ASTUIPO-
srmanapocTepoHa (JAI'9A-C) B 3peJibIX U CTUMYJIMPO-
BaHHbBIX K CO3PEBAaHUIO OOLIMTAX, TIPUYEM KOJUUECTBO
JAI'DA-C 3HAYUTEIBHO MPEBOCXOIWIO COIACpPKAHUE
BCEX IIPOYMX CTEPOUIIOB B hosutnKyae u oonure (Hac-
card et al., 2012). ABTOpamM He yIalIOoCh OOHAPYXKUTh
cyabdoTpaHcdepa3sHO aKTUBHOCTU B OOLIUTAX, a I10-
TOMY, MO-BUAUMOMY, (hepMeHT JioKaanu3oBaH B PK.
CynbpaTtrupoBaHHBIE BOOOPACTBOPUMBIE (POPMBI MO-
ryT npoHukarh B oouuT 4depe3 IIIK. CyiectBeHHOM
cynbdaTa3zHON aKTMBHOCTM B OOLIMTaX OOHapy>KEeHO
He 6bu10. [Tpu MHBEKLIMK B OOLIUT CYJIb(paTUpOBaHHAsI
dopma JITDA-C He BbI3bIBaJIa CO3pEBaHUSI U HE BIIUSI-
JIa Ha co3peBaHMe no AcrictBueM I1r u TectocTepoHa.
ITomnararoT, 4to npeBpaileHue ropMoHoB B @K B He-
aKTUBHbIE CYyJb(paTUpOBaHHbBIE (OPMBI MOXET SIB-
JISITbCSl  3AlUTHOM CUCTEMON OT TOPMOHAbHBIX
GIIOKTyauniik W OPeKIeBPEMEHHOIO CO3PEBaHMUS
OOILIMTOB.

B oonuTax 0611 MAEeHTU(UILIMPOBAH KJ1aCCUIeCKUI
pelenTop K anaporeHaM (AP) peryampyroimii Tecto-
cTepoH-onocpenoBaHHoe co3peBanue (Lutz et al.,
2001). CHizkeHMe BKCIIPECCHU PeLeniTopa, a TaKKe
MHKYOaI1sl ¢ aHTarOHUCTOM ITOJABIISIET CO3pEeBaHUE
OOILIUTOB M aKTHBALIMIO KMHA3. BeisscHWIOCh, 4TO 5%
pelenTopa JOKAJIU3yeTCs Y TIOBEPXHOCTH OOLIUTA, W,
BO3MOXKHO, OTBEUYAIOT 32 HEreHOMHBbIe 3((PEKTHI aH-
nporenos (Lutz et al., 2001; Lutz et al., 2003). Ilr cBs-
3piBaeTcs ¢ AP ¢ Toii ke ah(pUHHOCTBIO, UTO U CO CBO-
nM perenitopoM (Evaul et al., 2007).

Y Xenopus Taxke MaeHTUDULIMPOBAHBI 2 (OPMbI
KJIaCCUUYECKOro pelenropa K mporecrepony IIrP1 u
IIrP2, Ttpanckpubupyemnie ¢ omHoro reHa (Bayaa
et al., 2000, Tian et al., 2000; Liu et al., 2005). B ooriute
9KCITpeccupyroTcs: ooe (hopMbI pelienTopa, XOTs Ypo-
BeHb MPHK u 6enka I1rP1 B oonure Hu3kwmii (Martin-
ezetal., 2006). Yacts [1rP1 nokanusyercss Ha MeMOpa-
HE C y4acTUEM JIMraH -CBs3bIBatolero roMmeHa (Mar-
tinez et al., 2007). B ®K o6HapyxeH Tonbko ITrP1 (Liu
et al., 2005). ®usuonoruyeckasi posb [P B @K He
sicHa. OBepakcrpeccus [1rP1 B oonnTax 3HaYNTETEHO
YCKOPSIET CO3peBaHNe, MHAYLIMPOBAHHOE MTPOTecTepoO-
HOM, a UHBEKIIWSI aHTUCMBICJIOBOTO OJIMTOHYKJICOTH -
naipotuB [IrP1 mpakTiyecky MOTHOCTHIO OJIOKUPYET
(Tian et al., 2000). I[Tpy1 MHOYKIIMY CO3PEBaHMS IIPOTE-
crepoHoM I1IrP1 B @K nmerpamupyeT 1o yOMKBUTHUHO-
BOMY ITyTH, Toraa Kak IIrP2 B oonure pochopunmupy-
ercs (Liu et al., 2005).

B nocneaHue roapl y MO3BOHOUYHBIX OOHAPYKEHO
OoJbioe ceMeiicTBo peentopoB K IIr (13 mwimm 60-
nee), otrHocsmuxcs K cynepceMmeiictesy GPCR (pe-
LIETITOPOB, CBSI3aHHBIX C reTepoTpuMepHbIMU ['TD-
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cBs3bIBatommMu 6esikamu) (Zhu et al., 2003). V mmop-
LIEBOM JIATYIIKU OOHapyXeH TOJbKO OAWH OeI0K
mPRp u3 aToro cemelicTBa ¢ MeMOpaHHO JIOKAN-
3anueii (Zhu et al., 2003). MabeK1ns aHTUTEI IPO-
™B MPR[} B ooluThl MHTUGUpPYET CO3peBaHUE KakK
non meiictBueM IIr, Tak u tectoctepoHa (Josefsberg
et al., 2007).

OO1IEeTIPUHSITO, YTO B MMOAAEPKaHMU OJI0Ka Meio3a
y TTIO3BOHOYHBIX BeayIlast pojib MpUHAIIexXuT HAM®D
(Racowsky, 1984; Dekel et al., 1988). CHukeHUE BHYT-
PUKIIETOYHOTO ypoBHSI HAM®D sBisieTcsl HEOOXOMU-
MbIM ycioBueM co3peBaHus (Dekel, Beers, 1978; Vil-
lecco et al., 2000; Conti et al., 2002). OgHako, sSIBsIET-
Csl JIM 3TO EIWHCTBEHHBIM YCJIOBUEM [JIsI Havasa
CcO3peBaHUs MO-TIpexKHeMY obcyzknaercs. [loroe Bpe-
MsI OCTaBaJloChb HEU3BECTHBIM, KaK JOCTUraeTcs u
MHOIAEPKUBAETCSI BhICOKAsI KOHIEHTpanus TAM® B
oowure. BeIsicHUIIOCH, Y Xenopus B aKkTUBaLIUU aicHU -
JIATIIMKIIa3bl y4acTBYIOT 00e cyobemuHubl Go, 1 Gy
rereporpuMepHoro (G-0enka, KOTOpBLIE ITOCTOSIHHO
aKTUBHBI B pacTyiieM oonnute. UHrmbnpoBaHMe Ka-
KOU-TM00 U3 CYObeTUHUIL YCUJTUBAET CTEPOUI-UHIY-
mupoBaHHoOe co3peBaHue (Gallo et al., 1995; Sheng
et al., 2001; Sheng et al., 2005). CBoeit aKTUBHOCTBIO
CyOBEIUHUILIBI O0sI3aHbI MEMOpPaAHHOMY PELENTOPY
GPR3 cemeiictea GPCR, KOHCTUTYTMBHO aKTUBHOMY
6e3 suradaa (Deng et al., 2008; Rios-Cardona et al.,
2008; Mehlmann et al., 2004; Mehlmann, 2005). ITpu
nHaykiuuu co3peBanus XI'Y penentop GPR3 mpo-
TEOJUTUYECKU PACIICTUISIETCSl METaJUIONPOTeUHA30M
(Deng et al., 2008), 1 aKTMBHOCTb aI¢HIWIATIIMKIIA3bI
pe3ko mamaeT. OgHaKo, 3TOr0 HeTOCTAaTOYHO I CO-
3peBaHUsSI OOLIUTOB, UYTO YKa3bIBaeT Ha CYIIIECTBOBA-
HUE aJIBTepHATUBHOIO ITyTU ITOIAePKAHUS MeHOTIYe-
CKOi1 0J0Kajbl, a INIaBHBIM ITyCKOBBIM MEXaHU3MOM
CO3pEBaHUS y LIMOPLIEBOM JISITYILKMU if Vivo BCE XK€ SIB-
JISTFOTCSI CTEPOUIBI.

@K TakKe ydacTBYIOT B ITOJAEPKAHUM OJI0OKA ME-
03a. Y HEKOTOPBIX MpPeICTaBUTE/IE XBOCTAThIX U Oec-
XBOCTBIX aM(UOUii, B TOM 4YMCJEe Y IIMOPLEBOR JIsl-
rymiku, ygaineHue ciios PK BbI3bIBaeT COHTAHHOE
co3peBaHNe y 3aKOHYMBIINX POCT OOLIMTOB, COOpaH-
HBIX B penpoaykTtuBHbIN mepuon (Vilain et al., 1980;
Kwon et al., 1989; Zelarayan et al., 1995). Bricokmii
ypoBeHb (pochommmuaoB (dpocharnaguiixonmHa u
dochaTUaNIMHO3UTOJIA) 1 BTOPUYHBIX TIOCPETHUKOB
(InauuarauIeposia u tHo3uToATpudocdara) B iuro-
IUIa3Me TaKMX OOLIMTOB MO3BOJISIET UM CO3PEBATh MPO-
CTO B OTCYTCTBMU MHTHomMTOpoB 13 MK (Hampumep,
HAM®) npu pazooiueHuu LK. Y Bufo arenarum npu
aToM akTuBupyeTcss Gou, MomaBIsioias ageHWIaT-
LIMKJIa3y U IIpoTeuHKuHa3y A (Zelarayan et al., 2012).
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[MPOYUE PAKTOPDLI, BIUAIOILIUNE
HA IMTPOLECC CO3PEBAHHUA

Co3speBaHre OOLIUTOB in Vitro BO3MOXHO C IOMO-
msio nHeyauHa (El-Etr et al., 1979), a Takke uHCyJIMH
nogodHoro ¢akropa pocra 1 (insulin-like growth fac-
tor 1, IGF-1) (Malleret al., 1981). Ha Xenopus c momo-
IIbI0 OMOXMMUYECKUX U MMMYHOMIIOOPECLIEHTHBIX
metonoB peuenTop XIGF-1R x IGF-1 u uncynnHy
ObLT OOHapyXkeH Kak B oonurax, Tak 1 B @K (Sadler
et al., 2010). Csa3bIBaHUE JIUTAHIOB C PELIEITOPOM K
IGF-1 npuBoguT K akTMBaLMK Kackama dochorHO-
3UTOJ-3-KHAa3a — IpoTenHKnHa3a Akt — pochomm-
acTepasa 3, YTO IPUBOAUT K CHIDKEHUIO YPOBHS
HAM® (Andersen et al., 2003). I1pu ynanenuu ¢oJ-
JIMKYJISIPHBIX 000JI0YEK CO3peBaHNE OOLIUTOB, CTUMY-
mmpoBaHHoe AeiictBueM IGF-1, cHukaercs Ha 26%,
YTO FOBOPUT O BCIIOMOTATEJILHOMN POJIU (POJUIUKYIISIP-
HBIX 0007104YeK. Ha KileTkax MIeKOIIUTAIOIINX in Vitro
obu10 MokazaHo, uto IGF-1 ctumynupyer creponao-
reHe3 B KJIeTKax rpaHyjie3bl (Adashi et al., 1985). ¥V
IIITOPLIEBOM JIATYIIKM B MPUCYTCTBUM MHTMOUTOPOB
cTepouoreHe3a IMaHOKEeTOHA Y aMUHOTTIIOTETUMUIA
VHIYKIIMSI CO3pEeBaHUS OOLIMTOB MHCYJIMHOM He Hapy-
manack. (El-Etret al., 1980; Sadleretal., 2010). Mexa-
an3M neiictBust IGF-1 mo KoHIIa He siceH, OJTHaKo, TT0-
Ka3aHo, 4TO TpeOyeTcsl TeCHbII KOHTaKT Mexny @PK n
MOBEPXHOCTBIO OOLIUTA JIJIST 00eCIIEYEeHUSI OIITUMAIThb-
HOTO OTBeTa Ha MHCyJIMH. [Toaraiot, 94To creponaHbie
W IENTUIHBIE TTyTU JCHCTBYIOT CUHEPTMYHO, CHIDKAS
ypoBeHb HAM®, 1 3a1ycKaloT cO3peBaHuUeE.

Ha ®K o6GHapyXeHbI pelieNITOpPHI K alleTUIIXOJINHY,
sHAoTenHY, aHTnoTeH3uHy 11 u AT® (Arellano et al.,
1999; Kumar et al, 1993 King et al., 1996; Montiel-
Herreraetal., 2011). CBsi3pIBaHMeE C TUTaHAaAMM Ha I10-
BepxHocTH DK BEI3BIBAET IBa TUIA OTBETOB B OOIIUTE:
pxomgiye notoku Cl—, He 3aBUCHUMBIE U 3aBUCUMbIE
oT KoHueHTpauuu Ca B umroruiazme oouuta. Cur-
HaJIbHBbIA KAaCKall, IPUBOASIINI K MOBBIIIEHUIO KOH-
neHTpanuy Ca B oolLUTE BKJIIOYAET B ceOsl: aKTHUBa-
uto pocdonumnaszsl C B PK, cuHTE3 TMALIUATIULEPO-
Jla 1 MHO3UTON-3-(pocdaTa, KOTOPHIA IIPOHUKACT B
ooumt uepe3 LIK. ITocmenyromiee moBBIIIEHNE KOH-
ueHTpaunu Ca B 0OLIMTe BbI3bIBaeT OTKpbiTHEe Ca-3a-
Bucumbix Cl~ kaHanos (Arrellano et al., 2012). Ha oc-
HOBaHUM 3JIEKTPO-(PU3NOJIOTUYSCKUX JTAHHBIX aBTO-
pBI IpeanoaramT cylliecTBoBaHUe ABYX TUIIOB DK,
KOHTaKThl KOTOPBIX TIPOHULIAEMbI I HE TTPOHULIAEMBI
IS THO3UTOJ-3-hocaTa. DHOOTEINH M alleTHUIIXO-
JIVH in Vitro YCUJIMBAIOT CO3PEBAHME OOLIMTOB, UHIY-
muposanHoe IIr (Dascal et al., 1984; Sandberg et al.,
1990), mo-BuaMMOMY, 4Yepe3 MeXaHU3M aKTHUBalUU
dochonumazer C.

Ha uenblii psn BosdmeiicTBUii (rOHAZOTPOMMUHBI,
aJeHO3UH U JIp.) (OJUIMKYJIbI OTBEYAIOT YCWIEHUEM
ucxonasiux TokoB K+ uepe3 K,rqp-3aBUCHMbBIE KaHA-
JIbl, AaKTUBALUSA KOTOPBIX MPOUCXOAUT C y4aCTHUEM
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uAM® (Miledi, Woodward, 1989). K,rq KaHansl Ha-
xonsarcst Ha MemopaHax @K. AktuBaiiys moTokoB K+
MOBBIIIAET CKOPOCTb U 3(PPEKTUBHOCTL CO3PEBAHUSI
oouuToB nox aeiicteuem IIr B perymsuuu K+ kaHa-
JIOB YYaCTBYIOT ITapakKpUHHBIE MEXaHU3MBI CHCTEMBbI
dommmkyna ¢ ysactuem AT® (Saldana et al., 2005).
bajiaHc MOHHBIX TOTOKOB Ha OBEPXHOCTU (DOJUIMKY-
JIa 1 OOLIMTa OmpeAcisieT MOTeHIMal Ha MeMOpaHe
OOLIMTA U SIBJISIETCSI BaXKHOM COCTaBJISIIONICH B IIPOIIEC-
ce ooreHe3a 1 co3peBaHMsl. Bxoasime moToK HOHOB
CI™ n BeIXomsmue notoku K+ Ha Mmem6paHe ooliuta u
DK coOTBETCTBEHHO BbI3LIBAIOT TUIIEPIIOIAPU3ALINIO
MX IUIa3MaTU4YeCKMX MeMOpaH U, CITIOCOOCTBYIOT BO3-
OOHOBJICHHUIO MEMOTUYECKOTO JICJICHUSI OOIINTA.

ABTODBI BbIpaxatoT 6j1arogapHocTh 1.0.H. A.B. be-
JIIBCKOMY 3a IIOMOIIIb B pab0OTe Hal CTaThell, a TAaKXKe
1.0.H. M.H. Ckobmunoit u 0.6.H. C.I. Baceukomy 3a
TOJIe3HbIE KPUTUIECKIE 3aMeUYaHsI.
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Abstract— Formation of the follicular envelopes surrounding oocytes in the developing ovary and their sub-
sequent morphological differentiation go hand-in-hand with succession of the steroidogenesis stages, arrest
of meiosis and its maintenance, establishment of the conditions necessary for vitellogenesis, oocyte growth,
and maturation. Metabolites are exchanged via gap junctions and receptor-mediated transport through the
perioocytic space. The ion transport in follicular cells (FCs) regulates the plasma membrane potential, cre-
ating the conditions for efficient directed transport through gap junctions. Manifold biologically active sub-
stances accepted by follicular cells are an additional adjusting lever for regulating the state of follicle system.
In this review, we have attempted to emphasize the amphibian FCs as key players in the follicle system; the
more so as we have failed to find any review that would bring together the data on the origin of amphibian
FCs, their morphology, as well as regulation of oocyte growth and development. As a rule, recent works in this
field focus on the molecular mechanisms providing for regulation of individual stages in oocyte development.
This review describes the origin and changes in the morphology of follicular cells during the development of
Xenopus laevis oocyte as well as the data on their regulatory functions in vitellogenesis and their involvement
in steroidogenesis, maintenance of meiotic arrest, and subsequent maturation.

Keywords: amphibian, follicular cells, oogenesis, gap junctions, vitellogenesis, steroidogenesis
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