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ITpobiaeMa MponcXoXaeHNs ThIa YIeHNCTOHOTHX YKe JaBHO CUMTAIACh PEIIEHHOW Ha OCHOBE TaHHBIX
3BOJIIOLIMOHHOM Mopdosorun. Ho MoJIeKyIsIpHO-610I0rMYECKIE UCCIENOBAHUS TTOCIEAHNX JIET BHIIBH-
HYJIM HOBOE peEIeHNE, IIPOTUBOpeYaIlee peablayemy. TakuM o6pa3oM, BO3ZHUKIIA HEOOXOAMMOCTD T1e-
pecMoTpa apryMeHTauuy o6ernX CTOPOH M MOMCKA IyTel K JOCTHXKEHHUIO KOHCEHCYca. DTO U COCTaBJISIET

COoOCpKaHUEC HACTOSIIIEN CTaTbU.

Karouesnie crosa: Arthropoda, Annelida, MoeKyJsipHast 0OJIOTHSI, BOIIOLIMOHHAS MOP(OJIOTHSI, TIEPEXOT

OT pPCCHHUYHOTIO IBU2KCHUA K MBIILICYHOMY.
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Tun Arthropoda — onmuH M3 caMbIX KPYHHBIX U
MPOLIBETAIOIIUX TaKCOHOB >KMBOTHOIO IIApCTBa, U
€ro MpoOMCXOXJAeHUEe MPEeNCTaBIseT CO0O0 BaXKHYIO
npobyieMy coBpeMeHHOM duoreHeTuku. Jlo HegaB-
HEro BpeMEHU CUUTAIOCh OeCCOPHBIM, 4YTO UneHu-
cToHorue npousoniiu oT KoyibuaThIx yepBeid, 0Jm13-
kux K coBpemeHHBIX [lommxeram (B.H. bexinemu-
meB, 1964; A.B. WBanos, 1975). A .M. ®degoros
(1966) monaraeT, 4TO pa3IMYHbIe NOATUITEI YaeHU-
CTOHOTHMX IMPOM3OIILIN HE3aBUCHUMO OT Pa3HbIX IPYMII
KosbuaTeix uyepBeit, B pe3yibTaTe TMapajliesibHOMN
aBooLMU. OCOOEHHO yOenuTebHO Pa3BUBAET ITY
Touky 3peHust . T. AnnepcoH (Anderson, 1973), B
MOHOTpacuMu KOTOPOTO COAEPKUTCS JeTaTbHBIN
aHaJIU3 WHAWBUIAYAJILHOTO pPa3BUTUSI AHHEIUO U
Y1eHUCTOHOTUX.

Ho 310, KOHEYHO, HEe O03Ha4YaeT, 9To YIeHncToHO-
TUe TTPOU30IIIN OT KAKUX-TO KOHKPETHBIX COBPEMEH-
Hbix rpynn [lomuxer. IloaToMy 0COOBIT WMHTEpeC
MPEICTABISIOT PE3YILTAThl TTAJIEOHTOJOTMYECKUX UC-
cinenoBanuii. [1o manabiM A.TL IToHomapenko (2009),
OMHVM U3 KOMITOHEHTOB TaK Ha3bIBAEMOIO “KeM-
Opuiickoro B3pbiBa”, mpowucuieaiiero 510 MiH. JieT
TOMYy Hazaja, Obula “apTpomogu3anusi”’ — MacCOBOE
MOSIBJIEHUE XMBOTHBIX, CXOAHBIX ¢ YJI€HUCTOHOTMMU
(He4To TIOJOOHOE OTMEYEHO 1 B DBOJIOLIMU IPYTUX
TPYIIIT XKUBOTHBIX). DTU YNeHUCTOHOTHE ObLIN OYE€Hb
Pa3HOOOPAa3HBIMU, HO TT031HEE OOJBIIMHCTBO UX BbI-
Mepiao. OgHako “K KoHITy KeMOpuUs cpeay WICHUCTO-
HOTUX MOXHO BbIIEJUTb (hOPMbI, HECOMHEHHO CBSI-
3aHHbBIE C PAKOOOPa3ZHBIMU U XEIULIEPOBBIMU ™ (C. 55).

k ok sk

OnHako B HacToslilee BpeMsi JOCTUTJIO BBICOKOTO
pa3BUTHS HOBOE HAyYHOE HAMpaBJIEHUE — MOJIEKY-
JsipHast 6ronorus. OCHOBHBIM pe3yJIBTATOM pabOThI
B 9TOM HaIlpaBJIeHUU SBASIETCS MPU3HAHUE TOTO, YTO
B 3UTOTe B 3alIM(pPpOBAHHOM BUJIE YK€ COACPKUTCS
HacJIeACTBEHHAasl IporpaMMa MHANBUIYaTILHOTO pa3-
BUTUSI U €r0 KOHEYHBIN pe3ynbraT. DTa mporpaMmma
OCYILECTBIISIETCS ITyTEM PETMOHAIBHBIX U CTAAUINHBIX
pa3Iuumrii B 9KCIIPECCUM Pa3HBIX T€HOB M B3aMMO-
IEUCTBUI MexXny HUMU. B ocHOBe 3BOIIOLIMM JIeXKaT
HacCJIeICTBEHHbIE U3MEHEHUS B 3TOI MporpaMme U B
ee peanuzaunu (Pacdd, Kodbmen, 1986; Tundepr,
Onui, Pad, 1997; Hounaya, 2005). B »Toit obnactu
YK€ JOCTUTHYTO MHOI'O MHTEPECHBIX U BaXKHBIX pe-
3yJIBTATOB.

Ho nmpu3znanme Toro, 4to GpopMUpoBaHUE B OHTO-
reHe3e MOpP(POJOrMYECKUX IIPU3HAKOB 3aBUCUT OT
MPOLIECCOB, MPOTEKAIIINX Ha MOJIEKYISIPHOM YPOB-
He, He O3HAYAET, YTO 3TU IIPU3HAKU YTPATUIN 3HAUE-
HUE OYEBUIHBIX CBUACTEIBCTB MPOIIEAIIeil SBOIO-
muu. TeM He MeHee, OKpPbUICHHbIE CBOMMM YCIIeXaMU
COBpeMEeHHbIE MOJIEKYJIIpHbIE TEHETUKM CTaJIu Ipe-
HEOPEXKUTEIIBHO OTHOCSITCS K 3BOJIIOLIMOHHOI MOP-
(honoruu, KOTOpyro CUMTAIOT MPOUIEHHBIM 3TAIIOM
Hayku. Ornepupys B CBOUX PacCYKACHUSIX Ha3BaHUSI -
MU pa3HBIX T€HOB, OHU YaCTO HE CYMTAIOT HYXXHBIM
COO0IIIaTh, KaKne KOHKPETHHIE MOP(POIOrndecKue
MPU3HAKU OT 3TUX FEHOB 3aBUCST. A 3TO, B CBOIO OUe-
pedb, IIPUBOIUT K TOMY, UTO JaHHBIE MOJIEKYJISIPHOM
TeHETUKU yTpayMBalOT MHTEpec s MOpQOJIOTroB.
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BcaeacrBue 3TOro BO3HUKIIU 3HAYUTEJIbHBIE TIPOTH-
BOpEYMS MPU PELIECHUM HEKOTOPBIX (prIoreHeTnde-
CKux BoOIpocoB. OCOOEHHO BaXXHOW (HACTOSIIUM
KOH(MIUKTOM) SIBJISIETCS pa3jIMdHasl TPAaKTOBKA MPO-
OJieMBI porcxoxaeHnsT Ynenmcronorux. PaccMmor-
pEHMIO apryMeHTalu O00euX CTOPOH M ITOCBSIIEHA
HACTOSIIIAsI CTAThsI.

L

HauHny c Toro, 4To Takve KOMIIETEHTHbIE CIelra-
JIMCTBI B 00JIaCTU MOJIEKYJISIPHOU TE€HETUKM, Kak
P>dd 1 Kopmen (1986), pasaensiiiv TpaIuLIMOHHBIE
MpPEACTAaBJIECHUSI O TIPOUCXOXIECHUW U 3SBOJIOLUUA
YnenucroHorux. B ux KHUre ecTh naxe crielajibHas
r1aBa “@uiroreHust Y1eHUCTOHOTUX U KaK TOMEO-
Jorust ToBTOpsieT ¢uyoreHuo”. OcHOBHasI ues
3TUX aBTOPOB COCTOUT B TOM, UTO 3BOJIIOLIMOHHBIN
nyTh oT Konpuateix yepseii K JABykpbuibiM Haceko-
MBIM COITPOBOXJIAJICSI CEpUEl TOMEO3UCHBIX MYTa-
1M, U3MEHSIONIUX CTPYKTYPY Pa3jIWyHbIX CErMEH-
TOB TeJa.

Ho no3nHee ArBuHalblio ¢ coaBTopaMu (Aguinal-
doetal., 1997) oOHapyXWJIn, YTO MHOTHE XKUBOTHbIE,
KOTOPBIM CBOWCTBEHHBI JIMHbKU, UMEIOT CXOJHYIO
nocieaoBaTeIbHOCTh TeHa 18S rDNA, 1 Ha 3TOM Oc-
HOBaHUM CO3JaJIM HOBBIM KJIald, JaB €My Ha3BaHUE
Ecdysozoa (ot cioBa ecdysis — nuHbka). K a1oit
rpyrire npuuucieHbl YsneHucroHorue, Hemartomsl,
Onuxodopsl, Kunopunxu u Ipuanynunsl, a AHHe-
Juabl, MoaIioCKU U ocTaibHble ITlepBUYHOPOTHIE B
Hee He BKJIIoYeHbl. TakuMm obpaszom, Arthropoda
oKazajiuch oTopBaHHLIMM OT KosibuaThiX 4epBeil.
A MeXy TeM IMHBbKU, C 9BOJIOIIMOHHOU TOUKY 3pe-
HUSI, — BTO TOJBLKO OIWH, U OTHIOAb HE CaMbIii BaK-
HBIIf MPU3HAK, M3 1IeJIOT0 KOMILJIeKCa KOPPEISITUBHO
CBsI3aHHBIX ITPU3HAKOB, BOBHUKILIETO B CBSI3U C TIepe-
XOIOM OT PECHUYHOTO JBMXXEHUS K MBbIIIEUHOMY.
IMoaTOoMy cylllecTBOBaHUE JIMHEK HEIb3sT MPOTUBO-
MOCTaBUTh CXOJACTBY MOP(MOJIOTUYECKUX TPU3HAKOB,
XapaKTepu3ylIIUX IUIaHbl cTpoeHUus1 KoabyaTbix
yepBei u Ynenucronorux. Kpome Toro, 1mHbKa, 3a-
pucsmias ot 20-hydroxyecdysone, ooOHapy:KeHa TaK-
XKe y MenuuuHckoit nmusiBky (Sauber et al., 1983; uu-
tupyo o Nielsen, 2003). [Tpu 3TOM MoJIeKyASIpHbIE
OMOJIOTU SIBHO HEJOOLIEHUBAIOT BO3MOXXHOCTb TOTO,
YTO JIMHbKA U COOTBETCTBYIOIIIME T€Hbl MOTJIM BO3-
HUKHYTh KOHBEPreéHTHO (HE3aBUCHUMO) B pa3HbBIX
rpYIIax KMBOTHBIX, 00JaJa0IINX XKECTKUMU KOX-
HbIMU TTOKPOBaMU.

B cBs3u ¢ aTUM 3ameuy, uyto riaza Hacekombix u
ITo3BOHOYHBIX — OpraHbl OECCITOPHO aHAJOTHMYHBIC
(BO3HUKIIIME HE3ABUCUMO B 3TUX ABYX (DUIOTCHETH-
YeCKHU NaJIeKMX TUIax) — pa3BUBAIOTCS B pe3yJibTare
9KCITPECCUU OIMHAKOBBIX reHOB Pax-6. EcTtecTBeHHO
MPEeANogoXUTb, YTO MEpe] HaMUu MPUMEP KOHBeEp-
TeHIIUM Ha MOJIEKYISIPHO-OUOJIOTUYECKOM YpPOBHE.

MNBAHOBA-KA3AC

IIpaBoa, aBTOpPBI MPEAIIOIAralOT, YTO ITOT T'€H YXKe
CYIIIECTBOBAJI U MMEJ OTHOIIIEHNE (DOTOPELEIINUA Y
npuMHUTUBHEIX Metazoa (Iunbept u ap., 1997), Ho
IoKa 3TO TOJBKO IPEIIoiokeHne. B 3T0i craThe
OBbUIM TIPUBEICHBI U IPyTHUe IPUMEPHI, ITOKa3bIBalo-
IIME, YTO CYIIECTBOBAaHME OAWHAKOBBIX T€HOB, BbI-
MOJTHAIOIINX CXOAHbIE MOP(MOTeHEeTUYECKUE (DYHK-
UM, HE MOXET CITYKUTh J0KA3aTeJIbCTBOM OJIM3KOIO
POICTBA CpaBHUBAEMBIX IPyII. BO3MOXHO, HEKOTO-
pble TeHbl BO3HMKAIOT WJIM HAYMHAIOT dKCIIPECCUPO-
BaThCSI TOTJIA, KOTJA 3TO CTAHOBUTCS HEOOXOTUMBIM
JiJ1s1 OJIaroIOJIyYHOTO MPOXOXIECHUSI depe3 (UILTP
€CTECTBEHHOI'O OTOOpA.

® ok ok

3aTeM cymiectBoBaHue Ipymiibl Ecdysozoa ObLIO
noaKpeIieHo Bo MHorux craThsax (De Rosa P, Gre-
nier J.R., AndersonT.H., 1999; Halanych K.M., 2004;
Philippe H., Lartillon N., Nrinkmann H., 2005;
Dunn C.W,, Hejnol A., Mathus O., et al., 2008, u 1p.).
N3 stux myoukanmii 6oyiee MHTEpECHA CTaThsT Xaja-
Huya (Halanych, 2004), B koTopoii Bcsi (bHIIOTCHUS
JKMBOTHBIX PacCMaTpPUBAETCS C MO3ULIMIA MOJIEKYJISIP-
HoIt reHeTuKU. [Tpu 3TOM OBLIM MCIOJIb30BaHbI CBE-
JIeHNsI, Kacawolluecs: 6oJiee IIMPOKOTO Kpyra MOJIeKy-
JISpHBIX NTPU3HAKOB. TeM He MeHee, B Hell OTCYTCTBY-
IOT MOJIEKYJISIPHO-TEHETUUYECKUE XapaKTepUCTUKU
JlaXke caMbIX KPYMHBIX TAaKCOHOB, HE TOBOPSI yXE& O
MOP(hOTEHETUYECKOM 3HAY€HUM TE€HOB, ITOJIOXEH-
HbIX B OCHOBY HOBBIX (PUJIOT€HETUYECKUX MPEICTaB-
JIeHUI. A MeXy TeM, HE UCKIIFOYEHO, YTO OOJIbIIIMH-
CTBO MOJIEKYJISIPHO-TEHETUUECKMX TPU3HAKOB, Ha
KOTOPBIX OCHOBAaHO OTAejeHWe HJIEHWCTOHOTUX OT
KonbuaTbix yepBeit, IpSIMO MM KOCBEHHO CBSI3aHO
TOJILKO C JIMHbKAMM M OTCYTCTBUEM PECHUYHBIX
CcTpyKTyp. OHAaKO aBTOPY BHUKATh B TaKME MEJIOYU
MOoKa3aJ0Ch U3TUIITHUM, U OH YaCTO OTPAaHUYUBAETCS
KOHCTaTallueil Toro, COBNajalT JIM B KaXKIOM KOH-
KPETHOM cJlyyae HOBble (DUIOTeHETUYEeCKUE Mpea-
craBjeHUs co ctapbiMu. Ha puc. 1 m3o06paxkeHa yacthb
NpuBeacHHOUN y XajaHWya KJ1aJorpaMMbl; B Hel Mo-
BTOPSIETCS TOJBKO TO, YTO U B CTAThSIX APYTUX MOJIE-
KYJISIDHBIX TeHETUKOB. B cBs31 ¢ nipobemMoii mpouc-
XoXaeHus: Y1eHUCTOHOTUX OH TMIIET, YTO CEIrMEeH-
TauMsi Morja BO3HUKHYTh y KospuyaTblx yepBei u
YIeHMCTOHOTUX HE3aBMCUMO U He SIBJISIeTCS ISl -
JioreHUu 0oJiee BaXXHBIM TPU3HAKOM, YeM JIMHbKU.
ITo MHeHMIO 3TOrO aBTOpPA, JJIs1 PEKOHCTPYKILIMU DU~
JIOTEHWU CBEJEHUS O CBSI3aHHBIX C UHAWBUIYaJIbHBIM
pa3BUTUEM IeHax, BakHee, YeM caMO WHAWBUILYaTb-
Hoe pa3BUTUE U MOpdosiornyecKasl XapakKTepucTuka
pa3HbIX TAKCOHOB.

Ho ¢ atiM cornacutbes yxke Hellb3sl. B ocHOBe op-
TaHWYECKOM SBOIIOLIMU JIEXKAT afalTallii K pa3ind-
HOMY 00pa3y XXKU3HU 1 00ph0a 3a CyllIeCTBOBAHMUE, KO-
TOpble KOHTPOJUPYIOTCS €CTECTBEHHBIM OTOOPOM U

OHTOTI'EHE3 Ne 5
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Kinorhyncha
Loricifera

Priapulida
Nematoda
Nematomorpha
Pancrustacea
(including Hexapoda
&Pentastomida)

Mymriapoda
Chelicerata
Tardigrada
Onychophora

Syndermata
(including Rotifera
& Acanthocephala)

Dicyemida
Myzostomida

Bryozoa
Chaetognata

305

Scalidophora

| Nematoida

epodoIyiry
epodoiyireueq

Annelida
(including Echiuridae
&Siboglinidae)

Sipuncula
Mollusca
Phoronida
Brachiopoda
Nemertea
Platyhelminthes
Gastrotricha
Cycliophora
Entoprocta
Gnathostomulida
Micrognathozoa

vOZAYR[d

BIQJIIBUD)

Puc. 1. YacTb Ki1agorpamMMbl, oTHocsasicst K Protostomia (13: Hanalych, 2004).

HaxoAsIT CBoe oTpaxeHue B Mopdosorun. [Tosatomy
Mopgoaorus 0oJjiee MOJTHO XapaKTEePHU3yeT SBOJIIOLIN -
OHHBIE TIpeoOpa3oBaHysl, U PEIIATh IIPOOIeMBI (DUIIO0-
reHnn 0e3 yaeta Mop@OJIOTUYECKIX TaHHBIX HEJIb3SI.

TeMm He MeHee, S5KAM3030iMHAsI KOHLIEITLINS ITIPU06-
peja IIMUPOKOe IMpU3HAHME, KaK IOCJICAHEE CIOBO
HayKW; OHA HE TOJIbKO LIMTUPYETCS B CIIeLMATbHBIX
CTaThsIX M CBOAKAX, HO BOIIIA U B y4eOHBIE pYKOBO/I -
CcTBa. A MOJICKYJISIDHBIE OMOJIOTH JaxKe HE IThITaloTCS
COTJIacOBaTh CBOU MPEACTABICHUS C TAKOBBIMU MOP-
dosoros, oHU MOPGOJOTUIO TIPOCTO UTHOPUPYIOT.
A Tako¥ OMHOCTOPOHHMM TTOIXO0M K U3YYESHUIO SIBJIC-
HUI IPpUPOABI CUMTATh CTPOTO HAYIHBIM HEJIb35I, TaK
Kak B [Ipupoje Bce B3aMMOCBSI3aHO.

L

Ilpuctynass K oOCYXIeHUIO TPOOJIEeMbl MPOUC-
XOXneHus: YJIeHUCTOHOrMX ¢ MOpGOJOrnIeCcKOoi
TOUKM 3pEHUs, CIeayeT HAIOMHUTh, YTO BCE CTaINU
WHIWBUAYAJIBHOTO Pa3BUTUS (OT 3UTOTHI 1O B3POCIIO-
r'o XKMBOTHOT'0) B3aMMOCBSI3aHBbI, U 3BOJIIOLIUSI COBEP-
LIaeTCs MyTeM U3MEHEHMSI BCEro XKU3HEHHOTO LIMKJIa
(BexnemminieB, 1964; IlImanbrayzex, 1969). M mpn
pelIeHnN (PUIOTEeHETUYECKIX BOITPOCOB HEJB3s 0a-
3UPOBATHCA TOJIBKO Ha ITPOM3BOJIBHO Bb16paHHbIX
Ne 5 2013
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CTaauvsIX WJIM IIOoKa3aTelIsIX, a Hy>KHO YYUTHIBATh BECh
KOMILJIEKC aHAaTOMUYECKMX M OHTOTCHETUYECKUX
MpPHU3HAKOB (BKJIIOYAsI, KOHEYHO, 1 JAaHHBIE MOJIEKY-
JIIpHOI OMOJOTUM).

ITorpoOyeM HayaTh paccMOTpeHHE “ycTapeB-
IIei” TOYKU 3peHUsI MOP(OJIOTOB C XOTS ObI TOBEPX-
HOCTHOT'O CpaBHEHUSI OpraHU3alui U MUHAVBUIYaIb-
Horo pasputus Hemarton, Ionuxer n YneHucroHo-
TMX. DTU CBEACHMUS yIOOHEe BCEro IIPeICTaBUTH B
dopme Tabauusl 1. U3 3101 TaGAMILIBEI BUITHO, YTO 00-
MU rpu3Hakamu 11t Hemaron n YieHUCTOHOIMX
SIBJISIIOTCSI TOJIBKO OTCYTCTBUE PECHUYHOM JIMYMHKU
M CYIIECTBOBaHME JUHEK, KOTOPHIE, KaK OyIeT moKa-
3aHO HMXKE KOPPEISATUBHO CBA3AHBI IPYT C JIPYTOM.

ITo GonpIIMHCTBY Apyrux IpusHakoB IlomauxeTsl
1 YJIeHUCTOHOTUE OYEeHb OJIM3KU, a IIPOUCXOKICHUE
CYILIECTBYIOLIMX MEXIY HUMU Pa3jIMIuii JIErKO MO-
2KET OBITh MOHSITO U YOSAUTEIBHO OOBSICHEHO.

KoHeuHo, OBLIO OBl OYeHb MHTEPECHO, €CIU OBl
Takas 3kKe TabJimiIa Obljla cocTaBjIeHa U i1 TEHOB, 110
KOTOPBIM CXOJIHBI WJIM Pa3jIM4aroTCsl CpaBHUBAaeMbIe
TUIBI XKUBOTHBIX, IPUYEM B Hee ObUIH OBl BKIIIOUEHEI
HE TOJILKO T€ I'€HbI, KOTOPbIE UMEIOT OTHOIIEHUS K
pecHWYKaM 1 JmHbKe. Ho Takoit Tabaniiel, K coxKa-
JIEHUIO, HET.
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CxoncTBa 1 pa3nmnyus opranu3anuu 1 pa3sutus Nematoda, Polychaeta u Arthropoda
Nematoda Polychaeta Arthropoda

Metamepus OTCyTCTBYET Ectb Ectb
KoHeuHocTH Her [Mapanonuu CroxHbBIE, pacuJIeHEHHbIS
MyckynaTypa KosxHo-MbIlIeuHbIi Memok | KoxHO-MbIeuHbIi Mellok | ClIoKHasi cUcTeMa MbIIed-

U OTJEJIbHbIE MbIIIIEYHbIE HBIX TTY4YKOB

MyYKU
Llemrom OTCyTCTBYET Ectb Mukcoliesib, HO COXpaHU-

JIMCH CJICAbI I€JI0Ma

TosioBHOTO TaHT/IMS HET.
EcTb OKOJIOTJIOTOYHOE KOJIb-
110 1 HeNapHBIi OPIOITHOMN
CTBOJI

HepBHaH cucremMma

Hanrnorounsrit raHTINit

M OpIoLIIHasl HEpBHAs LIEOY-
Ka, cocTosmiast u3 2-X CTBO-
JIOB, COEAMHEHHBIX MOMe-
PEYHBIMU KOMUCCYpPaMU

HanrnorouHslit raHTINAA

M OpIoLIIHasl HEpBHAasI LIEOY-
Ka, cocTosmias u3 2-X CTBO-
JIOB, COEAMHEHHbIX MOMe-
PEYHBIMU KOMUCCYpPaMU

JlpoGaeHue stiinia IMomHoe, 6utaTepaibHOE

HemnonHoe, co ciegamu crim-
paJbHOIo

IMonHOE, CrIMpaJTbHOE

TacTpyssiust u opraHoreHes

YV Bcex pa3Hbie

JInuuHka Hert (yrpauena?) Tpoxodopa JInunHKa, COOTBETCTBYIO-
U MeTatpoxodopa 1ast MmetaTpoxodope
JIvuHbKa Ectb Her Ectb
kosk ok

Bo3HMKHOBeHME HOBBIX TUIIOB KMBOTHBIX ObIBa-
€T, pa3yMeeTCsl, CBSI3aHO HE TOJIBKO C M3MEHCHUEM
MOpGODU3NOIOTUIECKON OpraHU3alluM, HO U C TJIy-
OOKMMHU U3MEHEHUSIMHU B pab0OTe T€HETUYECKOIO am-
raparta, 0 KOTOpOil MBI IToKa MaJio 3HaeM. M 310 co-
BepIIaeTcs He IyTeM eIMHOBPEMEHHOTO MOSBICHUS
BCETO KOMILIEKCAa HOBBIX MOPQOJIOTMYECKUX IPU-
3HakoB. CHavaia nosiBIsTIOTCS 1—2 HOBBIX, M Ha TIep-
BBl B3IJISII HE3HAYUTEbHBIX TIPM3HAKOB, a 3aTeEM B
pe3yabsrate MOpPOGU3NOJIOTMIECKUX KOppeasiui
IPOMUCXOASIT HOBbIE M3MCHEHMsSI OpraHm3anuu. Tak
npoTreKaao u opMrupoBaHue TUlla YIeHUCTOHOTHUX.
Bce Havaioch ¢ ycuiaeHUsI MyCKYJIaTyphl U ¢ yTpaThl
Tpoxodopkl. [Iejo B TOM, YTO OJHUM U3 BaXKHEUIIINX
IIaroB IIPOrPECCUBHOI 3BOJIOLMM XXWBOTHBIX OBLI
rnepexol OT IUIaBaHUS 1 II0JI3aHUS C IIOMOIIBIO pec-
HHUYEK K 0osiee 3(pPeKTUBHOMY CITOCO0Y TIepeaBIKe -
HU C TTOMOIIBIO COKpalll€HWIO MBI, ACJaroInX
BO3MOXXHBIM U3TMOAaHME BCETO TeJIa U eTO IIPUIATKOB.
Takoit nepexon pakKTUYECKU IIPOUCXOIUT U B MHIAU-
BUIyajabHOM pa3BuTuu [lomxeT Bo BpeMs MeTaMop-
¢o3a, Korma pacceauTelbHash peCHUYHasl JMYMHKA
(Tpoxodopa) mpeBpaiiaeTcs B MeTaTpoxodopy, a 3a-
TEM U1 B 4epBl. A II0CJIe TOTO, KaK B 9BOJIIOLIMU B3POC-
JIBIX JKMBOTHBIX MBIIIIEYHAsI CUCTEMa JOCTUTJIA OoJiee
BBICOKOI'O YPOBHSI, CTaAsI TPOXO(MOPHI CTajla HEHYXK-
HOI 1 Obl1a UCKJII0YEHA U3 Pa3BUTHSI.

JanpHeiilee ycaoXXKHEHUE MBIIICYHON CHUCTEMbI
BBI3BaJIO KOPPEISITUBHbIE U3MEHEHMSI, 3aTparuBalo-
II[1i€ BCIO OPraHMU3alIMIO XXUBOTHBIX, BCEACTBUE YETO
M BO3HMK HOBBII TUII XMBOTHBIX — Arthropoda.
A TJIaBHOE BBOJIOLMOHHOE 3HAaYe€HUWE YTpaThl pec-
HUYHOM JIMYMHKM, IJIsS CYILIECTBOBAHUS KOTOPOM
HY>XHa BOJIa, COCTOSIJIO B TOM, UTO OHA cjejiaja BO3-
MOXKHBIM ITepeX0]i K Ha3eMHOMY 00pa3y >KM3HU, 4TO
MOBJIEKJIO 3a cO0OIi ellle 6ojiee 3HAUUTEJIbHbIE U3ME-
HEHUS B OpraHM3aluy Ha3eMHbIX YJIeHUCTOHOTUX.

C 3a4aTOYHBIMM KOHEYHOCTSIMU (TTaparogusMm)
IMonuxeT yxe CBSI3aHHBI CIIEIMAIbHBIE MBIIICYHBIE
mydku. Y YJIeHUCTOHOTUX Maparoiuy MpeBpaTUINCh
B pacuJIeCHEHHbIE KOHEYHOCTH, YTO CITOCOOCTBOBAJIO
NaJIbHENIIIeMy YCIOKHEHUIO MycKyJiaTypbl. Ha cMme-
HY KOXXHO-MYCKYJIbHOMY MEIIKY TPUIIUIA CITOXHAas
cuCTeMa MBIIIIL, TepPeCceKalIMX MOJOCTh TeJia B pa3-
HBIX HampaBleHUsX. A JJIsI TPUKPEIUICHUS 3TUX
MBI TOTPeOOBATMCH JOCTATOYHO MPOYHbIE TOYKU
B pa3HbIX MecTax TMnoaepmebl. [ToaTtoMy mociaeaHsist
cTajia BBIIESTh 00Jiee KEeCTKYI0 KYTUKYITY, OOBIYHO
coJiepXKalllylo XUTHUH, & UHOTAA 1 YIVIEKUCIIbIA Kajlb-
LUil. A 4TOOBI caejiaTh BO3MOXHBIMU YBEJIMUYEHUE
pa3MepoB U UBMEHEHUsI (DOPMBI TeJla B IIPOLIECCE MO-
CT3MOPUOHAJIBHOTO Pa3BUTHSI, IPUILIIOCH 3Ty KyTH-
Kyay TIepUOANYecKu cOpachiBaTh. TaK BO3HUKIIU
JIMHBKU, KOTOPHIM ATBUHAIBIO C COAaBTOpPaMU IIpU-
JIal0T TaKoe OOJIbIIIOE 3HAYCHUE.
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(r) ()

(e) (x)

Puc. 2. Ipo6aenue siuil Pakoo6pasubix. Holopedium: (a) u (6) — cranuu 16 61acToMepoB, BUJI C aHUMAJILHOTO U BETreTaTUBHOTO
noJiroca; (B) — cranust 31 6iactoMepa ¢ BereTaTUBHOTO noJiroca. O603HaYeHUsI 0J1aCTOMEPOB OTIINYAIOTCST OT OOIIETTIPUHSTHIX.
Maxkpomep 2D cTail OJIOBBIM 3a4aTKOM, MUKpoMepbl 2d” u 2d” — npencTaBigioT coboii 3a4aTOK SHTOAEPMbI, ME304epMa
TMPOUCXOAUT OT LIECTU KJIETOK, IPUMBIKAIOIIMX K TTOJIOBOMY 3a4aTKy criepenu; Lepas: (T) u (n) — ctaguu 4 u § 6;1aCTOMEPOB,
(e) — 4-e nenenue npobaeHwus, (k) — cragus 16 6iaactomepos. (M3: Anderson, 1973, u Bigelow, 1902.)

Kopoue roBopsi, KyTukyJia npeBpatujiach y YieHu-
CTOHOTMX B HapyXXHBbIU ckejieT, a y ITlonuxeT poJib
BHYTPEHHETO TMIpOCKEIeTa UTPaeT CErMEHTUPOBaH-
HBIA 11€JIOM, CITOCOOCTBYIOIINI COXPAHEHUIO Y3KOU 1
JUIMHHOM (hopMBblI Tesia 3Tux yepneit (y Oxuypun u Cu-
MYHKYJIU]I, TEJIO KOTOPbIX UMEET KOPOTKYIO MEIIIKOOO-
pa3Hyto (opMy, 1LIeJIOM OCTaeTCsl HeCerMEeHTUPOBaH-
HbIM). A TIOC/IE BO3HMKHOBEeHUs Y YJIEHMCTOHOIMX
MPOYHOTO HApYyKHOTO CKeJjieTa 1IeJIOM YTPaTUil CBOIO
OMOPHYIO (PYHKIIUIO U €0 CTEHKU CTaI pa3pyliaTh-
Csl, YTO MPUBEJIO K BOBHUKHOBEHUIO CMEIIAaHHON MO-
Joctu Tena (Mukcollenst). TeM He MeHee, Y MHOTMX
YJIEHUCTOHOTUX BO BPEeMsI SMOPUOHAIIBHOTO pPa3BU-
TUSI LIEJIOM BCe-Taku (popMUpyeTcs, HO MO3IHEE pey-
nupyetcs. Cpasy xe clieayeT OTMETUTb, YTO CJellbl
yHaciaenoBaHHBIX oT IlonuxeT ocobGeHHOCTe MHAM-
BUAYaJIbHOTO Pa3BUTUSI JIyUllle BCETO COXPAHUIIUCH Y
Pakoo0OpaszHbrx. [ToaToMy paccMOTpeHME OHTOTEeHE3a
YJIeHUCTOHOTMX MBI OyJIeM HauMHATh C HUX.

YV OGonbmmHcTBa PakoobOpa3HbIX TIpeAcTaBIeHbI
pa3anYHBIE IePEXOabI OT O€THBIX 3KEJITKOM N30JICIIM-
TaJbHBIX SIMI K LHEHTPOJIEIUTAIILHEIM, a Ipo0JIeHUE
MNpeacTaBJACHO Y HUX OYeHb MHOTMMM BapHaHTaMMU.
B tex ciydasix, Korma siina comepkaT He O4eHb MHO-
ro XejaTka, ApoOJieHHEe OCTaeTCsl MOJHBIM. B 00yb-
IIMHCTBE CJIydaeB OHO HAaUMHAETCs KaK CIIMpajbHOE,

OHTOT'EHE3 Ne 5

ToM 44 2013

HO MNpPaBUJIBHOCTb B PACIIOJOXEHUU OJacCTOMEPOB
paHbllle WM Mo3xXe ncyesaet. CrupajlbHoe IpodIie-
Hue Ilonuxer xapakTepusyeTcsl TakxkKe paHHeW ne-
TepMUHaluel 6J1acToMepoB, BbIpaboTaBILIeiics B pe-
3yJIbTaTe YCTAaHOBKM pPa3BUTHUS Ha Tpoxodopy (0 Ko-
topoit nucan II.I1. MUBanoB, 1937); y Onuroxer u
IMusiBok cragust Tpoxodopsl ucuessa, To3TOMY Mpo-
CMEKTUBHOE 3HAYE€HWE MHOTUX 0JJaCTOMEPOB U3ME-
Huiock. Enie Oojiee 3HauuTEIbHbIE W3MEHEHUS B
3TOM OTHOIICHUW MpOU30LUIM y PakooOpas3HBbIX, y
KOTOpPBIX BbIpaboTasach YCTAHOBKA Ha HOBYIO JIMUU-
HOYHYIO CTaIuI0 — Ha Hayruinyca.

DTO SICHO BUIHO ITPU PACCMOTPEHUM APOOSIITAXCST
smn, Holopedium (otpsin Cladocera) ¢ BereTaTUBHOIO
noJjtoca (puc. 2a—2B). Y aToro paka Mmakpomep 2D, ot
KoToporo y IlojfmxeT MpOMCXOMUT TTOYTH BCS AOP-
caJlbHasl 3KToJAepMa U lieJIoMUYecKash Me3oaepMma,
MpeBpaTUiICS B TTOJIOBOM 3a4aToK, a Me3oaepma 00-
pa3yeTcs 3a cueT MUKpPOMepoB KBaapaHToB A, Bu C.
He cnuiikom neperpy>keHHbIe XXeJTKOM siiita Lepas
(otpsn Cirripedia) OTHOCSTCSI K TEJIOJIELIUTATIEHOMY
THITy U MMEIOT XOpOIIIO BBIpaXKeHHYI0 aHMMAaJIbHO-
BEereTaTUBHYIO MOJISIPHOCTh, 4 B PACIOJIOKEeHUH O1a-
CTOMEPOB ITpU IPOOICHUH YKe TIPOSIBIISIETCS OMtaTe-
pasibHast cumMmeTpus (puc. 21—2x). B To xe Bpems
npobnenue suu 'y Holopedium v Lepas Tak CUJIbHO
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Cermenr 1

CermMeHT 2

Puc. 3. 3aponsiiessie monocku [MusiBok: (a) — Theromyzon rude (Bun c aHUMaIbHOTO TI0Jt0ca); (0) — Helobdella triseriata (cxe-
Mma). A, B, C — makpomepsbl, M/ u Mr — 5ieBblii U TIpaBblit Me3oaepMalibHbIe TeslooacTel, N, O, P, Q — aKToepMalibHbIe TeJ100-
J1acThl, I — NpeApOTOBas JOMAaCTb, MK — MUKPOMEDBI, 31 — 3KTOIEPMaJIbHbIE MTOJIOCKU (a Me30AepMaJIbHbIEe MOJOCKHU JIeXaT

non Humu). (MU3: Fernandes, Stent, 1980; Jonmya, 2005.)

pasnuyaeTcs, CJIOBHO OHO, YTPaTUB CBOM CTaphle Ha-
BbIKM, MILET HOBBIX MyTeli. AJbTepHAaTUBHAsI TOUYKaA
3pEHUSI COCTOUT B TOM, 4TO PakooOpa3Hbie MPOU30-
IIUT OT KaKWX-TO AHHEIIMI, APOOIeHNE SINL KOTO-
PBIX OTHOCUJIOCH K TOBOJIBHO MIPUMUTUBHON (hopMe
CIIMPAJIbHOIO TUIIA, €1lI€ HE UMEIOLIEN TaKOU CTpO-
roii ycTaHOBKHY Ha Tpoxodopy.

XapakTepHBIM IIPU3HAKOM pa3BUTHUs KoJbaaThIX
yepBel SBJISIETCS TakKe TeJIO0JaCTUYECKHUIT CIIoco0
0o0pa3oBaHUs LIEJIOMUYECKOI Me30JepMbl. [IBe KileT-
KM, TIpPOUCXOJsIIue OT OGiacTtoMepa 4d, CTaHOBSITCS
Me301epMaIbHBIMU TeJI00JacTaM1 — OT HUX OTIEsI-
IOTCSI HAIIpaBJIEHHBIE BIIEped PSAbl KJIETOK — ME30-
JepMalibHbIE TIOJIOCKM (caM TepMUH ‘“‘Tenobjact”
O3HayaeT — KOHIIeBasl KJIeTKa). 3aTeM 3T T0JIOCKU
CErMEHTHUPYIOTCS M B HUX CXMU30ILEJIbHBIM CIIOCOOOM
00pas3yloTcs 1IeJJOMUYECKIE TTOJIOCTH. Y Ipyrux Tro-
chozoa (Oxuypun, CunyHkyaua 1 MoJuIiocKoB) 1ie-
JloMu4yeckasi Me3zoJepMma Toxe oOpasyeTcsl 3a cyeT
JIBYX KJIETOK, IIPOUCXOOSIINX OT 4d, HO HACTOSIIIIMU
Teno0aacTaMy 3TU KJIETKY HEe CTAaHOBATCS. 3aCTyK1-
BaeT YHOMHWHAHUSA U TOT pakT, yro y Onuroxet u I[1u-
SIBOK (KOTOpBbIE YK€ YTPaTHUJIM TPOXO(DOPHYIO JINIUH-
Ky) TEI00JJaCTUYECKUM CIOCOOOM pa3BUBAETCS HE
TOJIbKO Me30/iepMa, HO 1 OOJIbIIasi YaCTh SKTOIEPMBI.
VY Hux ot 6iactoMepa 2d TIpONCXOIdaT 3 MM 4 maphl
9KTOIEPMAJIbHBIX TEJ00JACTOB, KOTOPbIE MPOAYIIH-
pYIOT NIB€ pacTylliMe Brepel 3KTOoAepMasibHbIe MO-
nocku (puc. 3). Bce 310 MHTEpPECHO B CBSI3M C TEM,
4TO TEJI00JACThl BCTPEYAIOTCS TaKKe Y'Y HEKOTOPBIX
Pakoo0Opa3HbIX.

Ay Beicimx Pakos siiita oueHb 60raThl XKeJITKOM
M TIPOJICIBIBAIOT HEMOJIHOE ApOo0JIeHUE, B pe3yJibTaTe
KOTOPOro Ha MOBEPXHOCTU siilla 0Opa3yeTcsl CIoM
KJIETOK — OjacTroaepma WM OjacToauck. B omHoM
MECTE M3 CKOIUICHUS KJIETOK 0JIacTOaepPMbl BOZHMKA-
€T 3apOoJbIIIEBOE ITSITHO (MJIM TOJIOCKA), B KOTOPOM
COCPEIOTOUYEHBI BCe MOpP(OreHeTUYEeCKre MpoLec-
cbl. COOTBETCTBEHHO CHJIBHO U3MEHWINCH TacTPYJIsi-
OoUs M HadaJdbHBIE CTaAuM OopraHoreHes3a. ¥ OOJIb-
mmHeTBa Beicimx PakoB GacTonopaibpHast 00J1acTh
HaXOJIMUTCS Ha 3aJJHEM KOHIIE 3apOJIbIIIeBOI TTOJIOC-
KM, TOe Io3aHee odpa3yeTcst npokromeyM. M B aToit
00J1aCTH MHOINA MOSIBIISIIOTCS Me30AepMaibHBIE U
9KTOJEePMaIbHEIE TEJI00JIaCThI, KOTOPbIE IIPOAYLIIPY-
IOT MaTepuall 3KTOAEepMbl U ME30IepPMbl IIO-
CTJIapBajIbHBIX CETMEHTOB (puc. 4).

XoTs TesobJacTUYecKrit mpollecc 31ech MOAU-
¢uLMpOBaH — KOJMYECTBO TEJIOOJIACTOB YBEINYM-
JIOCh, YTO OOBSICHSIETCSI TEM, UYTO M CaM 3apOJIbIII Ha
CTaIn¥ UX 00pa30BaHMSI COCTOMT yKe U3 OYCHB 00JTh-
IIOT0 KoJudecTBa KiaeToK. Ho TenobimacTuuecKuii
Ccroco0 00pa3oBaHUs IKTOAEPMBI U Me30JepMbl y Pa-
KOOOpa3HBIX MOXXHO OOBSICHUTh TOJbKO X OJIM3KUM
POACTBOM ¢ AHHEIMIAMHM, TaK KaK TeJI00JacThl HU-
rae oosbnie B 2KNBOTHOM 1IapCTBE HE BCTPEYAIOTCS.

Kak yxe oTmMeuasoch, y B3pociibix YneHnCcTOHO-
I'MX LieJIOMa HET, HO Y HEKOTOPBIX IpeiCTaBUTEIeH
3TOrO0 TUIIA MTOCJIE pa3AeeHUs ME30ACPMEI HA COMMU-
Thl B IOCJIEAHUX BO3HUKAIOT 1IEJIOMUYECKME IIOJIO-
ctu. llenoM odeHb XOPOIIIO BhIPaXKeH BO BPEMST M-
OpMOHAJILHOTO Pa3BUTUSI Y HEKOTOPHIX Pakoobpas-
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Puc. 4. TeoGnactel B pazButum Beiciix PakoB. (a) — 3aponbliieBas mosiocka Heptacarpus; (6) u (B) — paHHSISI M CPEITHSIS 3a-
poablieBble oNocku Asellus aquaticus. al v all — 3a4aTky ABYX Nap aHTEHH, &1 — TOJIOBHBIE JIONACTU, M0 — 3a4aTKU MaHIM-
Oy, Mm — Me30TeNI00JIaCThI, cm — CTOMOAEYM, am — 3KToTesnoonacthl. (M3: Oishi, 1959; Weygoldt, 1960.)

HbIX (Lernaea — puc. 5a), MeuexBoctoB (Limulus),
Onuxodop, (Peripatopsis — puc. 5B), CKOPIHMOHOB
(puc. 56), ITaykoB, MHoroH:xek (Scolopendra), I1o-
neHok, [Ipsmokpeutbix, TapakaHOB, YXOBEPTOK U AP.
(cm. MBanoBa-Kazac, 1979, 1981). Ho Ha OGoiee
MO3AHUX CTaAUSIX d9MOpHOTreHe3a CTEHKHU 1IeJIOMUYe-
CKMX MEIIIKOB paclafaloTcsi Ha OTAEJbHbIE KIETKHU,
nuddepeHIMpyoNecs B pa3HbIX HanpaBIeHUsIX. B
pa3BuTHu 0OoJice BHICOKOOpraHm3oBaHHBIX Haceko-
MbIX (B oTpsnax Hymenoptera u Diptera) 1ieiom yxxe
He (hOPMUPYETCST WY BhIPaXKeH HESICHO.

I[Tomo6HO TOMY, KaK HOpPHMCYTCTBHUE 3a4aTOYHBIX
XaOepHBIX I1Ieneit y 3apoapiieii HazeMHbIX [1o3Bo-
HOYHBIX JOKa3bIBaeT UX MPOUCXOXKACHNE OT BOJHBIX
XWBOTHBIX, TAK U BpeMEHHOE HaJI4ue LeIOMHYe-
CKUX ITonocteil y YIeHUCTOHOIrMX JOKA3bIBAET, YTO Y
WX TIPEIKOB OBLI XOPOIIIO Pa3BUTHIN 1IeJOM. A TIpe-
MOJIOKUTh, YTO 1IeJIOM BO3HUK y caMUX YJIEeHUCTOHO-
TMX, OYeHb TPYAHO, TaK KaK €IUHCTBeHHasl (hyHK-
1S, KOTOPYIO €T0 3a4aTKU, BO3MOXKHO, BBIIIOJIHSIOT,
9TO y4acTHe€ B CJIOXMBIIMXCS paHee MOP(HOTreHETH-
YECKUX KOPPEISLIMSIX.

Kpome Toro, y 6oJbinmHcTBa Y1€ HUCTOHOTUX CO-
XpaHsieTCsl yHacjaegoBaHHasi oT KoJpuaThIX 4epBeid
rnepBuyHasi (OHTOreHeTUYecKasi) TeTepOHOMHOCTD
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CETMEHTOB. DTa reTepOHOMHOCTb COCTOUT B TOM, UTO
CcHayaJjia TeJio eIMHOBPEMEHHO pacwIeHsIeTCsT Ha He-
CKOJIBKO JIJapBaJIbLHBIX CETMEHTOB, a [IOTOM Ha 3aJIHEM
KOHIIE BO3HUKAET 30HA POCTa, KOTOpash HAYMHAET
OpoAyUMpPOBaTh OAVH 3a OPYIMM HEONpPEACICHHO
6O0JIbIIIOE KOJMYECTBO MOCTIApBaIbHBIX CETMEHTOB.
BTO XOPOIIO BBIPAXEHO Yy HU3IINX PakooOpa3HbIX:
W3 STALIEBBIX 000104EK BLIXOAUT HAYIUJINYC, TEJIO KO-
TOPOTO COCTOMT M3 MPEAPOTOBOI JIOMACTU U Tpex
JIapBaJIbHBIX CETMEHTOB, HECYIIIUX 3 Mapbl KOHEYHO-
cTeii: aHTeHHbl al, aHTeHHbl all W MaHAUOYJIbI
(puc. 6a). Dta TMYMHKA 10 YPOBHIO CBOETO MOP(POJIO-
TUYECKOTO Pa3BUTHSI COOTBETCTBYET CTAAUM METATPO-
xoopsl y ITomuxet. Haytuimyc akTUBHO 1IaBaeT, M-
TaeTCsl M pacTeT, 3aTEM Ha ero 3aJHeM KOHIIe 00pasy-
€TCs 30Ha pOCTa, MPOAYLIMPYIOLIAs HOBbIE CETMEHTHI.

Ha nocnenyionyx cragusix pa3BUTHS IIPOUCXOISIT
TakXXe U3MEHEHUsI B CTPOCHUU CErMEHTOB, 00pa3o-
BaBIIIMXCSI paHbllle, U KOHEUHOCTU CHELMAIU3UPY-
FOTCS 1T BBIMOTHEHUSI Pa3INUHbIX QyHKLMI. M3-3a
BTOTo 06pasyeTcs LBl psia MOP(HOJIOTUYECKH pa3-
JIMYHBIX TMIUHOYHBIX CTAIUN, MOTYYUBIINX CITCLIM-
aJbHBIEe Ha3BaHUs (puc. 66—6r).

MHuorna nepBble TMIYMHOYHBIE CTAANU OBIBAIOT 9M-
OpPUOHM3MPOBaHbI (IPOTEKAIOT MO/ ITOKPOBOM STiflie-
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Puc. 5. Llenomuueckue 1oaocTu y 3apoabiineii YreHncroHorux: (a) — (hpoHTAIbHBIN pa3pes yeped 3apoasbiiil Lernaea (Copepoda);
(6) — To Xe uepe3 3apoapiin CkoprnioHa (u3: bekinemuiies, 1964, 1. 2); (B) — 3apozbiiieBas ojiocka OHuxodopsl Peripatopsis Ha
cranuu 8 coMmuToB (13: Manton, 1949), m3 — Me3o1epMa, 13 — MOJTOBOM 3a4aTOK, #p — MPOKTOAEYM, CH — CTOMOJIEYM, 9H — SHTO-

nepma. PuMckumu nudpamMu rnepeHyMepoBaHbl LIEJIOMUYECKUe MEIKU; 1 1_ 1% — sauarku 11eJIOMOIYKTOB.

Puc. 6. Jluuntku PakooGpasHbix: (a) — Hayruinyc; (0) u (B) — 309a u Merasnorna. Kpa6a: (r) — dumnocoma Jlanrycra. al v all —
JIBE Mapbl aHTEHH, axc — aHTEHHAJIbHbBIE XeJIe3bl, K — KUIIEUHUK, K4 — KJIeIIHs, M0 — MaHauoyna, #ul u hull — nBe mapbl HO-
TOYENTIOCTe N, Hen — HayTIIMaJIbHbII 7183, c21 — CJIOXHBIN IJ1a3, cul — CIMHHOM LW, mK — TOpaKajibHble KoHeuHocTu. (M3 pa3-
HBIX aBTOPOB.)
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BBIX 000J1049€K), IT0OUeMy 30Ha pocTa HauMHaeT (PyHK-
LIMOHUPOBATH e11le BO BpeMsI SMOPUOHAIBHOTO pa3BU-
T™Ms1. TeM He MeHee, OHTOTeHEeTMYECKUM ayaau3M
CEerMeHTOB XOPOIIO BbIpaXkeH y MHOTUX YJIeHUCTOHO-
rux. [Ipu aToM HaGmroAaeTCS TEHAECHLIMS K YBeJIUye-
HUIO YWCIa CETMEHTOB, (DOPMUPYIOIIUXCS IO
JapBaJibHOMY TUITY. ¥ Ipo30¢huiabl 1 HEKOTOPBIX APy~
rUX BhICIINX HaceKoMbIX BCce CerMeHThl pa3BUBAIOTCS
Kak JlapBajibHbIe. K c10By ckazath, y Jpo3oduibl oT-
CYTCTBYIOT 1 9MOpUOHAaJIbHbIE 000J0YKM (AaMHUOH U
cepo3sa), GopMUpYyIoLIMecs IMpu pa3BuTuu Apyrux Ha-
CEKOMBIX, TaK UTO OHA OTHIO/Ib HE SIBJISIETCS TUITUY-
HBIM TIpeAcTaBuTeeM TuIa YIeHUCTOHOTUX.

* ok ok

Kak MoxHO BuaeTh, BOBHUKHOBeHUe Thiia Yie-
HHUCTOHOTUX OBLIO CBSI3aHO C KapAWHATIbHBIMU U3MeE-
HEHUSIMU B IIpOoTpaMMe UX MHIUBUIYaJIbHOIO pa3By-
Tus. Takas mepecTpoiika OHTOTeHe3a, pa3yMeeTcs,
He MOTJIa IPOM30MTH BHE3AaIIHO M COBEpIIaiach I10-
CTEIIEHHO IIOJ KOHTPOJIEM €CTeCTBEHHOIO OTOOpa.
IIpu 3TOM y pa3HbIX IpeacraBuTeeit Tuna YiaeHu-
CTOHOTMX OHa 3allljla He OMMHAKOBO JaJIeKO U B pa3-
HOM CTeleHM 3aTpOHYyJia pa3Hble Mop¢OoreHeTHhdYe-
ckue npouecchl. O0 3TOM CBUIETEIbCTBYET pa3HOO0-
pa3ue MHANBUAYaJTbHOTO pa3BUTHS Y PakooOpa3HEBIX,
KOTOpOE€ IIPOM3BOIUT TaKoe BIIeYaTICHHE, CIOBHO
IIpupoma uiiet ero HanboJiee pallMOHAJILHBIN Bapy-
aHT. UHTepecHO ObLIO OBl BBISICHUTH, C KAKMMU MO-
JIEKYJISIPHO-TEHETUYECKUMMU BapyallMsIMU  CBSI3aHbI
3TU OUCKM...

k ok o3k

Ha niepBblIii B3MISII MOXKET MOKA3aThCs, YTO UMEH-
HO yTpaTa peCHUYHOM JIMYMHKU U PECHUUYEK BOOOIIEe
(BbI3BaHHBIE KaKOM-TO MyTalyei) ObUIM MPUIMHON
BO3HUKHOBeHMs1 Tuna YneHucroHorux. Ho ecrte-
CTBEHHBIII OTOOpP HE COXpaHsSIET T€ MyTalluM, KOTO-
pble YHUUTOXAIOT UTO-TO MOJIE3HOE U HYXXHOE, MO-
aToMy y OosbiinHCcTBa [lonuxer Tpoxodopa coxpa-
HWJIaCb, U TOJBKO TE, KOTOpbIE YX€ MOrYT
00XoauThCsl 0€3 Hee, CTaJld 3BOJIOLIMOHUPOBATH B
HOBOM HampanjieHuM. K cJIoBy cka3aTh, peCHUYHBIE
JIMYUHKU, BBITIOJIHSIOIME (DYHKIMIO paccesieHusl,
MPUCYILIM MOYTH BceM Hu3luM Metazoa (IyOkam,
Kuannapusm, HemepTrHaM M maxke HEKOTOPBIM IIa-
pasutudeckuM ITIOCKHUM YepBsIM — 3TO MUpPALIUINN
Y KOpaluInu, KOTOPbIE CITy>KaT TakKe U JJIs 3apaxke-
HUSI HOBBIX X035¢B). I1o Beceit BepositHoctn, Hemato-
bl 1 [puanynuabsl ToxXe UMEIU B 3BOJTIOLUOHHOM
MPOIIJIOM JUYMHOK TUTIA MJIaHYJIbl WU TTapeHXUMY-
JIbI, KOTOpbIE UCYE3NIU TI0C/ie TOTO, KaK OHU Hay4u-
JICh MOJI3aTh C MOMOIIbLIO MbIIL. JIMUMHKA TPOXO-
dopHoro Thta ncuednu y Onuroxet n [ 11s1BoK, a Tak-
JK€ Y MHOTUX BpIOXOHOTHMX MOJLTIOCKOB.
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VYrpara pecCHWYHOW JIWYMHKM, CAEJIaBIIas BO3-
MOXHBIM OCBOEHME CYIIIM, CaMa OHa IT0 cebe ellle He
obecreyrBaeT NaJbHEUIINIA SBOMIOLMOHHBIA IIPO-
rpecc. Hemartoner u Ilpmanymumsl TaK M OCTaJIMCh
HU3KO OpraHM30BaHHBIMU XUBOTHBIMU. Haxke Onu-
roxethl 1 II1sIBKM, TOXE HE MMEIOIIe TPOXO(POPHI,
ocrarorcsd KompuareiM yepBsamu. Tomsko cpeny ITo-
JIMXET HaIIUIUCh TaKUe, KOTOpPhIe JaJId Hayajao HOBO-
MY TUIY XUBOTHBIX. [10-BUAMMOMY, 3TO OOBSICHSIET-
cs TeM, 4TO B UX MOpPGOJOTUIeCKOM (1 reHeTude-
CKOI) opraHu3alMU YyXe HaMedyaJuch NpU3HAKU
9BOJIIOLIMM B 3TOM HarpaBiaeHuu. K 4mciy Takmx
MpHU3HAKOB MOXHO OoTHecTH Hajmmuue y Ilonmxer 3a-
YaTOYHBIX KOHEYHOCTel — ABYBETBUCTBIX Iapario-
NI, C KOTOPbIMU yXe CBSI3aHbI CIIeLaIbHbIE MBbI-
IIeYHbIC ITyYKU. JIBYBETBHCTOE CTPOCHME KOHEYHO-
CTeli XOPOIlIO BhIpaXkeHOo Takxke Yy PakooOpa3HBbIX.

ITpu o6cyxneHuMn MpodIeM 3BOTIOIIMU OHTOTEHE-
3a ellle, B cepelMHe TPOIIUIOTO CTOJIETUS] BO3HUKIIO
MpeACTaBI€HUE, YTO HEKOTOPBIE CTAANU UMEIOT 0CO-
O0eHHO BaxHoe 3HaueHue. [lo MHeHuwo 3alimeinst
(Seidel, 1960), 3T0 cTamuu, Ha KOTOPHBIX YKe pa3iu-
YaloTcsl BCE OCHOBHbIE MPU3HAKU OKOHYATEIbHOIO
mjaHa cTpoeHus: s [yook, Kuupapuii u [pedoHeBuU-
KOB — 3TO ractpyJja, 1js Hacekombix — 3apojbliiie-
Bas MOJIOCKA U T.1I. DTa uaest Oblia moaaep:kaHa 3aH-
nepom (Sander, 1983), KoTopblii Ha3BaJl 3Ty CTAIUIO
(bunoTunuueckoi, Tak Kak yepe3 Hee MPXOMSAT Bce
MpPEeACTABUTENIM KaXJAoro Tumna (WJIM HECKOJbKUX
OIM3KOPOACTBEHHBIX TUNOB). Ha mepBbIit B3I Ka-
KeTcs, 4To (uyorunuueckoi craaueit y Ilonuxer,
Oxuypupa, CunyHkyaua U MOJUTIOCKOB SIBJISIETCS
Tpoxodopa, U3-3a Yero ux 1 00beAUHSIIOT IMO/1 Ha3Ba-
HueM TpoxodopHbix. CylllecTBOBaHHWE Yy HUX ITOM
JIMYMHKM AEWCTBUTEIbHO yKa3bIBa€T HA X POJICTBO,
HO caMa Tpoxodopa — 3TO Tpexoasiasi CTaausi, OT
KOTOpOil He 3aBUCUT Ae(PUHUTUBHOE CTPOEHUE Ha-
3BaHHBIX KUBOJATHBIX. O Helt yXe T0CTaTOYHO cKa3a-
HO BBIIIE, N ITOBTOPATHCA YK€ HE CTOUT.

3aTeM K 3Tol IpobJieMe 00paTUIMCh U CIIe LA~
CThl 13 O0JIaCTM MOJEKYIsIpHO TeHeTuku (Slack,
et al., 1993). O6cyxnaemMyio CTaauIo OHU XapaKTepe-
3yIOT TeM, YTO 3a4aTKM BCeX TJIaBHBIX YacTeil Tesa
yXe HaXomsITCsS Ha CBOMX OKOHYATEJTBHBIX MecTax,
COOTBETCTBEHHO OIIPEACICHHBIM TPOCTPAHCTBEH-
HbIM TIJTaHAM 3KCOpeccuy reHoB. OHM HA3bIBAIOT 3TY
CTagvIo 300TUIIOM, (MMesI B BUIY €€ TeHETUIECKYIO
XapaKTepPUCTUKY). [EHBI 300THITa Ha paHHUX CTaTUSIX
He aKTHUBHBI, MK UX 3KCOPECCUM MPUXOAUTCS Ha
OTIpeieICHHYIO CTaINI0. DTa CTaau OYeHb KOHCepBa-
THBHA, HaJIUYMWE Yy ABYX TPYIMIT CXOMHBIX 300THIIOB
CBUIETEJILCTBYET 00 MX MPOUCXOXKIACHUU OT OOIIEeTO
npenaka. MHaye roBopsi, GUIOTUIT — 3TO OCHOBHAs
TEHETMYECKN YCTOWUIMBAsT XapaKTepUCTUKA pas3sind-
HBIX TPYIIIT XKMBOTHBIX.



312

CiaK ¢ coaBTOpaMM IIPUBOAAT TakoKe Ha3BaHUS
GUITOTUITNYECKUX CTAAWMI JJ1s1 HEKOTOPBIX TPYIIIT XK1 -
BOTHBIX: Y [IO3BOHOUHBIX 3TO CTaausl XBOCTOBOI
nouyku, y HaceKoMbIX — cTaaus IMOJTHOCTBIO CETMEH-
TUPOBAHHOI 3apobiiieBoit moiaocku, y Clitellata —
CcTaausl, HacTyTalolasl cpasy Iocje CMbIKaHUS Tpa-
BBIX U JIEBBIX 3apOAbIIIEBBIX MOJOCOK, a y HeMaTon
3Ta CTaaus IPUXOIUTCS Ha 3aBepllIeHre IIEPUOAa Jie-
TepMuHupoBaHHOro npooneHus. O IMomuxerax st
aBTOPbI HUYETO HE COOOIIAIOT, a [I0 MOEMY MHEHMUIO,
nxX GWIOTUMUYECKON CTaauell clenyeT CUMTaTh Me-
TaTpoxodopy.

ITo aTomMy TTOBOIY CeayeT OTMETUTH CIIEAYIOLIEe.
OObeauHEHUST TAPHBIX 3aPOIBIIIEBBIX ITOJIOCOK Y
Onuroxet u IIUIBOK COOTBETCTBYET CMBIKAHUIO 00-
KOBBIX KpaeB IlejieBuaHoro oaacronopa y Iloauxer,
MOCJIe YeTO HauMHaeTCs CerMEHTalMs W HacTyIaeT
cTagus, COOTBETCTBYIoMIast MeTaTpoxodope IToanxer
W paHHEN 3apOIBIIIeBON MOJIOCKe YIeHMCTOHOIMX.
TakuM oGpazom, 300TuN UYTEHUCTOHOTUX Majlo OT-
JiMJaeTcsl oT TakoBoro KonbyaTelx yepBeit. A MexXy
TeM CTOPOHHUKMU “3KIN30301HOMN TeOprn’ IPUIaIOT
OoJIbIlIOE 3HAYEHUE TOMY, YTO y UYJIEHHCTOHOTUX U
Hewmarton ecTb Kakoii-To OAWH OOLIIWI MPU3HAK, U HE
3aMeyaloT TOTO, UTO MEXAY 300TUMaMU 3TUX XKUBOT-
HBIX HET HUYEro OO0IIEeTro.

TTormpoOyeM Terieph B3TJISTHYTh HAa paccMaTpUBae-
MBI BOTIPOC C IPYyroii TOUKU 3peHust. Mornu iu Yiie-
HUCTOHOTHE IIpou3oiTh oT Hu3mmx FEcdysozoa?
I1epBoe, uTO GpocaeTcs B IJla3a — 3TO Pa3pbiB B BBI-
COTE OpraHU3allMi U B TUIE MHAUBUIYAJIbHOTO pa3-
BUTHS YJIEHUCTOHOTUX C OAHON CTOPOHBI U TaKUX
>KUBOTHBIX, Kak Hemaronsl u [Npuanynuabl, ¢ apy-
roii. Ho MoxeT ObITh, YlleHUCTOHOTrUE, HaUaB CO CTa-
I, OJIM3KOM ITO0 BBICOTe opraHu3annu K Hemaro-
JlaM, TpoJesiaid 3BOJIOLMI0, CXOAHYIO C TaKOBOU
Konpbuarbix yepBeii? MoxXeT ObITh, y HUX TOXE BbIpa-
0oTajioch JETEPMUHMPOBAHHOE ApOOJCHUE CIU-
paJbHOIO THIIA U TeJIO0JIAaCTUYECKUI CITOc00 00pa3o-
BaHUSI ME30JIePMbl; BOZHUKJIM 1I€JIOM U METaMepus,
4YTO OHM NOTHAJIU 1 Aaxe neperHanu [lonuxet, u mpu
3TOM HET HUKAKMX CJICIOB, HUKAKUX ITPOMEKYTOY-
HBIX (hOpM HE COXpaHUI0Ch? MoxXeT ObITh, HO MaJIo
BEpOSITHO. Tak 3Ke Majio BEPOSITHO U IIPOMCXOXKIEHNE
HU3IIUX DKAN3030eB oT UneHucrtoHorux. IToatomy
oobenuHeHus1 Hemaron u YieHucToHOTUX B Kiaue
Ecdysozoa, Bonpeku pasnmniusM B X GUIO- U 300-
TUMAX, IPOTUBOPEUYUT DJIEMEHTAPHOM JIOTHKE.

A TOBOps O “mepexomHBIX” OopMax CiemyeT
BCIIOMHUTDB O CaMbIM IMMPUMUTUBHBIX U3 HbIHE XUBY-
mux YneHucroHorux — o6 OHuxodopax, B opraHu-
3al1 KOTOPBIX COXPAHMUJIOCH eI1le MHOT'O YEPT, COJIM-
xkatomux ux ¢ KonpyateiMu yepBsiMu. Kak otMeuaet
®enoros (1966), BHEILIHE OHU MTOXOXN HAa MHOTOHO-

MNBAHOBA-KA3AC

JKEK, TOJIOBa Yy HUX C1a00 OTTpaHMYeHa OT TOMOHOM-
HO CETMEHTMPOBAHHOIO TYJIOBHUIIIA M HECET TOJBKO
OIHY ITapy YCUKOB; KOHEYHOCTHU IIPOCTO YCTPOEHLI;
OpraHbl BbIIEIEHUSI CXOAHBI C 1IEJIOMOAYKTaMHU, a B
CpelHel KUIIKE €11e COXPaHSETCS PECHUYHBIN 2T1-
tenuii. I[Tlo mueHnuio AngepcoHa (Anderson, 1973),
THIATEIbHO M3YYMBIIEro pa3Butue AHHenua u Yie-
HUCTOHOTHX, IO 3TOMY Ipu3HaKy OHUX0(OPHI CTOSAT
omvke Bcero K Onuroxetam u [Musiskam. Kopoue ro-
Bopsa, OHMX0POPHl 3aHMMAIOT TTOJIOKEHUE CBSI3YIO-
IIIEro 3BeHa MeXKIy AHHEIUIaMU U TUTMIHBIMUA ApPT-
poromamu. CXOTHYIO CTaaUIO MOTJIM IIPONTH B CBOE
3SBOJIIOLINHA 1 Apyrue YiaeHUCTOHOTHE.

Ho yem Bce-Taku 00bICHUTD, YTO Y YI€HMCTOHO-
rux 1 HemaTton oxkazajcsl OMMHAKOBBIN IIPU3HAK (1
COOTBETCTBYIOLIMI reH) — JTnHbKa? KoHeYHO, TMHb-
K1 caMU TI0 cebe He SBJISIIOTCS OCOOCHHO BaKHBIM
MpHU3HAKOM, OHM BO3HUKIN KaK OJTHO 13 MHOTHX I10-
CJIEICTBUII IIepexoda OT PECHUYHOIO ABIKEHUS K
MBIIIICYHOMY, KOTOPEI IIPEACTABIISIET COO0IT 3aKOHO-
MEPHBIH IIaT NPOrpeCCUBHOM 3BOJIIOLUA, Y TPOU30-
1IeJI TapajaieIbHO U He3aBUCUMO B Pa3HBIX IPyImax
KMBOTHBIX, B ToM uncie u y [Ipmanymun ¢ Hemarto-
JIaMH, HO M3-3a IIPOCTOTHI X OPTaHM3AILMN OHA OKa-
3aJIach Y HUX CaMbIM 3aMETHBIM 13 HOBOIIPUOOpETEH-
HBIX TTIPU3HAKOB.

Mexay mpoYyuM, aHATOTUYHBIN TIepexoa Mporu30-
1IeJ U B 3BOJIOLMU BTOPUYHOPOTHIX, XOTSI €ro mo-
CJICACTBUS OBIIM MeHee paauKaJbHBIMU. XOPIOBbIC
TOXe YTpaTWiIU JUIMHKY (OIUIUIEBPYIY), PECHUIKU
KOTOPOM BBIIIOJIHSIOT IOKOMOTOPHYIO (DYHKIIUIO, HO
COXpaHWJIU B CBOC OpraHMU3allud PECHUYKU, BbI-
TMOJHSIIOIIE TUAPOKMHETUYECKYIO (PyHKIMIO (Ha-
npumMmep, odbecIieynBaoIIe TOK BOIBI Yepe3 xKadbep-
HYIO TTOJIOCTh y JIaHIIe THMKA 1 ACIIUANIA). A TSI IpU-
KPEIUIEHUSI MBIIIL Y HU3MINX XOPIOBHIX CTaja
CIY>KUTh Xopiaa U (hOpMUPYIOIIUICS Ha €e OCHOBE
MMO3BOHOYHUK. DTU Pa3INUMsI OOBSICHSIIOTCS TEM, UTO
KO BpEMEHH ITiepexoa K MBIIIEUHOMY IBUXKECHUIO B
opraHusaiuu (u B 3ooturie) [lepsuuHopotsix U Bro-
PUYHOPOTHIX TOXE YXKE CYIISCTBOBAJIM 3HAYUTEIb-
HbIe pa3Inuus.

K cioBy cka3zath, 1mpobieMa IpOUCXOXKIASHUS TH-
na XopIOBbIX TOXE MOPOAMIIA HEMAJIO TUIIOTE3, MO/ -
yac COBEpIICHHO (paHTACTUYECKUX. XOPHAOBBIX BhI-
BOOWIM Haxe u3 YJIEeHHCTOHOrUX, MpuYeM Mpearno-
Jlarajaoch, 4YTO mpeaku XOpPIOBBIX CTAIM ILJIaBaTh
OpPIOLIHOI CTOPOHO KBEPXY U Y HUX IIPOMU30IILIa MH-
BEpCUsI 10pCO-BeHTpajibHOM ocu. Ho Takue rurore-
3bl JaBHO YIILIN B 001acTh ncTopun. OQHAKO HedaB-
HO Ha OCHOBaHMU JAHHBIX MOJIEKYJISIPHOU OMOJIOTUN
HEKOTOpPBIE aBTOPHI CTAI BCIIOMUHATh 3T 3a0bIThIE
runoTe3bl 100pbiM ciioBoM (cM. Boponos, 2000). Ho
K cyacthio 3ta “Upside-down theory” He mojyduiia
IIIMPOKOTO IPU3HAHMSI.
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k ok o3k

OTCcyTCTBHE KOHCEHCyca MeXIy (uioreHeThuye-
CKUMU TIpeACTaBIeHUSIMU MOPGOJIOTOB U MOJIEKY-
JIIpPHBIX OMOJIOrOB MPUBOAUT K TapagoKcaaibHOMY
BII€YATJIEHUIO, UTO MOpdoIornyecKkas U MoJIeKyasip-
HO-OMoJIornyecKasi BOJIOLUS XKMBOTHBIX MPOTEeKa-
0T MO pa3HbIM 3akoHaM. JIJ1g gajabHeero ycrner-
HOTO pa3BUTUS OUOJIOTMU COBEPIIIEHHO HEOOXOIUMO
YCTaHOBUTbH B3aUMOIIOHUMAHUE U MEPENUTH K IpyXKe-
CTBEHHOMY COTPYJIHMYECTBY IpeIcTaBUTENC YITO-
MSTHYTBIX BblllIe HAyYHbIX HAIllpaBJIeHUN.

B pa6orax Padda n Kodpmena (1986) u [nndepra
¢ coaBTopamMu (1997), euie He ObLIO TAKOTO PACXOXK-
JIEHUS] OTUX HampaBJeHU, HO OOJIBILIMHCTBO COBpE-
MEHHBIX MOJIEKYJISIPHBIX T€HETUKOB, HE CUUTAIOT
HY>KHBIM MPUCIYIIUBATBCS K MHEHUSIM MOPPOIIO-
roB. A Mopdosoru mioxo pazouparoTcss B MOJIEKY-
JIIDHOW TE€HETUKE U He B COCTOSIHUM JOCTATOYHO
KOMIIETEHTHO OCITapMBAaTh “MOJIEKYJISIDHYIO” apry-
MEHTAIIUIO.

HoByro (1, Ha MoO#1 B3IJIsIA, COBEPIIEHHO OecIio-
MOII[HYIO) TIOTBITKY COTIJIacOBaTh MPEACTABICHMUSI
MODP(dOJIOTOB U MOJIEKYJISIPHBIX OUOJIOTOB O MPOUC-
xoxneHnn YneHuctoHorux copepmna K. HunbceH
(Nielsen, 2003), xoTOop®Iii cienal HAYEM HE OIpaB-
JIaHHOE JonyllieHue, YTO YJIeHUCTOHOTUE U OCTallb-
Hble Ecdysozoa (1.e. KuHopunxu, Ilpuanynuasl u
Hewmaronapl) saBasiorcss “cecTpMHCKUMMU IpyrinamMu’”,
npoucmenminMu ot KosbuaTeix uepBeit. OH naxe
BKJTIOUAET BCEX TUX KMBOTHBIX B IpyInTy Articulata.
Ho Hu onyiH TpaMOTHBII MOP}OJIOT C 3TUM HE coTJia-
curcsi. YToObl yCTpOUTh “Apy:KEeCcKOoe pyKoroxkarue”
MEXIY MOJIEKYJISIDHO I'eHETUKON M MOpQOJIOTHEI,
Hunscen, o0pa3Ho BeIpaxKasich, BRIBUXHYJ Y MOP(dO-
Joruu pyky. Tak e HeyaauHo nojaaepkuBaa Huib-
ceH (Nielsen, 1999) n “Upside-down Theory” (cM.
HWBanosa-Kaszac, 2008).

% ok o3k

Conepskailiecs: B HACTOsIIIel cTaTbe 00CTOSITE/b-
HOE M3JI0KEeHUE MaTepualioB, Ha KOTOPbIX 0a3upyeT-
Csl MO3MILUS 3BOJIIOLIMOHHONW MOPGOJOTrMU MO Mpo-
OnemMe mpoucxoxaeHus: Tuna Arthropoda, KoHeuHO,
HE YCTPAHSIIOT CYIIECTBYIOIIE PA3HOIJIACUSI, & TOJb-
KO MOAYEePKUBAET UX INIyOUHY. MOXET ObITh, KOMY-TO
MOKaXeTCsl, UTO 3Ta CTaThsl IIOXOXa Ha BOpYaHUE
CTapyxu, KOTOpasi He MOXET TOHATbh U MPUHSTh HO-
Bble uaeu. Ho ato He coBceM Tak. ¢ JOJKHBIM yBa-
KEHUEM OTHOIIYCh K MOJEKYJSIPHOW TeHEeTUKe U
MpU3HAI0, YTO OHA SIBJISIETCS TTOCJIEIHUM JTOCTUXKE-
HUeM OMOJIOTuU (XOTS U HE 3acTpaxoBaHa OT OIIU-
00K). OcoOeHHO BaXXHBIMU (M CITpPaBEAJIUBBIMU) S
cuMTal aBa Te3uca: 1) B OIUIOOOTBOPEHHOM SIiilie
yXe COHEPXUTCS HacJeACTBEHHO 3aKperieHHas
nporpaMmMa BCEro MHIUBUAYAJIbHOTO Pa3BUTHUS; U
2) Bce MOp(OJIOTrNUeCKrEe U3MEHEHHUS B CTPOCHUU U
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Pa3BUTUN XUBOTHBIX OOYCIIOBIIEHBI COOTBETCTBYIO-
MMM U3MCHCHUAMMU B IIpoLECcCax, MPOTCKAIIINX
Ha MOJIEKYJISIPHOM YPOBHE.

I1epBblii 13 3TUX TE3UCOB IIPEBOCXOIHO TAPMOHM -
PYET C CY:KIEeHUSIMU KPYIHBIX MOP(OJIOTOB CepeIu-
HBI XX Beka. Tak, B.H. beknemumien (1964, T. 1, c. 11)
CcIpaBeIMBO OTMETWIT: “OpraHu3M eCTb HEYTO He-
MPEePLIBHO MEHSIOIICECsI, OH €CTh MOP(OIIpoliecC, U
BCE€ CTaIuM, U BECh XOJI €r0 XKM3HEHHOTO IINKJIa TIpe/I-
CTaBIISTIOT 0OBEKT Mopdoiorun”. IToaToMy IpH Cy:K-
JICHNU 00 3BOJIIOLIMU KMBOTHBIX “€IMHULIEH CpaBHE-
HUS SIBJISICTCS XKM3HEHHbBIM LMK BUaa” (TaM ke, . 9).
W.U. manperayseH (1969) Toxe nmuiirer, 4TO OHTO-
TeHe3 €CTh MHTeTPaJbHBIM MpOlecC, U3MEHECHUS,
3aTparuBalollie OIHY CTaauI0 Pa3BUTUS, ITPSIMO
WU KOCBEHHO OKa3bIBAIOT BIMSIHME M Ha JIpyrue
craguu. TakuMm o6pa3oM, 3BOIOLMS COBEPIIACTCS
yTeM OTOOpa LIeJIbIX OHTOT€HE30B, W IIPU pelle-
HUU GUIOTEHETUYECKHUX MPOoOIeM Helb3sI 0a3upo-
BaTbCS Ha OAHOM-JIBYX IPOU3BOJILHO BHIOPAHHBIX
NpU3HaKaXx.

A eclii MeXAy MOJEKYIIPHO-TeHETUUECKUMU U
MOP(OJOTMYECKUMHU MPU3HAKAMU CYIIECTBYET MPU-
YUHHO-CJIEICTBEHHAs CBS3b, KaK CJeAyeT U3 2-To Te-
31ca, TO OHU W DBOJIOLIMOHUPOBATH JOJKHBI, KakK
eaUHOE 1IeJIoe, TI0 OMHUM U TeM 3Ke 3aKoHaM. Ha mo-
JIEKYJISPHOM YPOBHE TOX€ AOJIKHBI TPOMCXOIUTh
MPOLECCHI, UMEIOIE OTHOIIIEHUE K BO3HUKHOBEHMIO
HOBBIX OPTaHOB 1 (DYHKLUU (HaripuMep, K JIMHbKE) 1
WX PENyKIMU, K TUBEPTCHIIMM W KOHBEPIEeHIIUU, K
OJIMTOMEPU3ALIMU U TTOIUMEPU3ALINU U T. 1.

ITosTOoMy, moaBeprasi peBU3UM TPATUILIMOHHEIC
MpeacTaBJIECHMS O MPOUCXOXASHUN YIeHUCTOHOTUX
C TIO3UIU I MOJEKYISIPHOI TeHETUKH, HY>KHO BBISIC-
HUTb, MOYEeMY OeCClOpHOE CXOJCTBO B OpraHuU3a-
nuu IToauxer nu YneHUCTOHOTUX U HE MEHEe oue-
BUIHBIE pasmnausg Mexny Hematomamm m Ynenm-
CTOHOTMMHU (CM. TaOJMIly) HE HaXOMSIT CBOEro
OTpaXeHHUsI Ha MOJIEKYJISIpHOM ypoBHe. OTHaKO MO-
JIEKYJIsSIpHBIC OMOJIOT HE CYMTAIOT HY>KHBIM (MJIN HE
MOTyT?) Ha 3TOT BOIIPOC OTBETUTH. JJIsT 3TOTO HYX-
HO OBIIIO OBI 3HATh, OT KAKMX I'€HOB 3aBUCUT Y 3THUX
KUBOTHBIX pa3BUTUE MeTaMEpUU, KOHEUHOCTeM,
eJioMa, HepBHOM CUCTEMBI U T.1I. 1 MOXXHO IIpeaBu-
IeTh, YTO, KOTda OyayT M3BECTHBI MOJIEKYJISIPHBIE
MPEAIOChUIKM Pa3sBUTUS 3TUX MOPGHOIOTUYECKUX
MPU3HAKOB, 3KAM3030MHAasI Teopusl OyAeT aHHYIU-
poBaHa.

He cnenyeT Takke 3a0bIBaTh, YTO 3BOJIIOLIMOHHBIE
pasIunsa MeXIy KiIamamMd He BO3HWKAIOT cpasy B
MOJIHOM O0BbeMe, a HAUMHAIOTCS MMEHHO C OTHEJb-
HBIX OpraHoB. HekoTopbie TaKCOHBI (HaIlpuMep,
Onuxogopbl) UMEIOT YEePThl CXOACTBA C ABYMS WA
HECKOJIBKMMU Pa3HBIMM TaKCOHAMM, a YTOOBI Olle-
HUTHh CTEIIeHb MX POJACTBA HEAOCTATOYHO YYECThb
TOJIKO KOJIMYECTBO CXOJIHBIX TPU3HAKOB 000ET0 Po-
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na (kak ato nenatot Philippe et al.). J1J1st 3TOro Hy>KHO
TAaKXKE YYECTb 1 KAYECTBEHHBbIC pa3/iInuund MEXKAY 9TH -
MU ITIpM3HAKaMH, MX 3BOJIOLIMOHHOE 3HAaYeHHE, a
cliesaTh MpaBUILHO TaKyIo OLIEHKY MopdoJioram Jjier-
ye, 4eM MOJIEKYJISIpHBIM TeHEeTUKaM, TaK KakK ecTe-
CTBEHHBII OTOOp “paboTaeT” HEIMOCPEeACTBEHHO C
MOPGOJIOTUYECKUMU IMTPU3HAKAMU.

Kpome Toro, mMonekyJsipHble T€HETUKH HEHdO-
OlIEHMBAIOT BO3MOXHOCTh KOHBEPIreHIIMM Ha MOJIe-
KYJISIPHOM YPOBHE, T.€. BO3BMOXHOCTH TOT'O, UTO I'e-
HBI, pa3InyalolIrecs 110 IIPOUCX0XAeHUIO (He ro-
MOJIOTUYHBIE) B ClIydae HEOOXOAMMOCTH MOTLYT
(GYHKIIMOHUPOBATh CXOOHBIM 00pa3oM. A mpu pe-
meHUn (QUIOreHEeTUYEeCKUX NpoOjIeM 3TO CTaHO-
BUTCS UICTOYHMKOM OIIMOOK. Takoil ommnoKoit cta-
110 n n3obpereHune kinana Ecdysozoa. /I yctaHOB-
JIEHUSI POJACTBA HEINOCTaTOYHO KOHCTaTUPOBAaTh
CYLIECTBOBAaHUE Y CpPaBHUBAE€MBIX >KMBOTHBIX Te-
HOB, BBINOJHSIOIINX CXOJHBIE MOpPQOIrecHeTUuYe-
cKMe QYHKIWU, HY>KHO BBISICHUTh U X IPOMCXOXK-
nenue. B cratbe [unbepra u ap. (1997) npuBeaeHo
HECKOJILKO ITPUMEPOB, TTOKAa3bIBAIOIINX, YTO CXOM -
HBIE T€HBbI MOTYT COJIEPKAThCSI B TEHOTHUIIE HAJIEKO
HE POACTBEHHBIX XWBOTHBIX. [loaTOMy cTano Ha-
CYIIIHOI HEOOXOOMMOCTBIO HM3YYE€HHE 3SBOJIOLIUN
caMHUX MOJIEKYJISIPHO-TEHETUYECKUX TIPOIEeCCOB,
JieXXallluxX B OCHOBE OHTOTeHe3a. U s yBepeHa, 4To
CO BpeMEHEM MeXIy MOJICKY/ISIPHBIMUA T'eHeTUKaMU
1 MopdoJioramu OyaeT yCTaHOBJISHO B3aMMOIIOHM -
MaHMe U TUIOAOTBOPHOE COTPYIHUYECTBO.
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Abstract—The problem of the origin of the phylum Arthropoda was long considered solved based on evolu-
tionary morphology data. But molecular biological studies of recent years have put forward a new solution

that contradicts the old one. Hence, the need arises to review the argumentation of both sides and search for
ways to reach a consensus. These two subjects constitute the scope of this paper.
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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-

pPOUIOTEHES.
DOI: 10.7868,/S0475145013040034

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-
2 OHTOTEHE3 Ne 5

TOM 44 2013

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-

OHTOTEHE3 Ne 5

TOM 44 2013

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
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(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-
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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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Follicular Cells of the Amphibian Ovary: Origin, Structure, and Functions
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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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TeHbl ceMeiicTBa Ras BIiepBbie ObLTN MAEHTU(PULIMPOBaHbI B 1960-X rogax Kak TpaHC(OPMUPYIOLIE OHKO-
TeHbI, KOTOPbIE BbI3bIBATIM OMYXOJIU Y KPbIC TIPU 3apaxkeHuU Bupycamuu capkombl Harvey u Kirsten (oH-
KoreHbl- Ha-ras n Ki-ras coorBeTcTBeHHO). [To3Xe TpaHCc(hOpMUpPYIOLIME TeHBI Fas ObUTU OTKPBITHI B PaKO-
BBIX KJIeTKax yesioBeka. [locienytoliue uccienoBaHus KJIETOK HeWpoOJacTOMbl TIPUBEM K OTKPBITUIO
TPEThEro I'eHa ras y 4yejioBeKa, Ha3BaHHOTO N-ras. [IponykThl reHOB Ras-ceMeiicTBa UrpaloT BaxKHYIO POJIb
B Ipolieccax KjieTouHoi nponaudepauuu u AuddepeHIMPOBKA U HAXOASATCS TOJ KOHTPOJIEM PeLenTop-
HBIX TUPO3UHKMHA3. M criofib3oBaHue Apo30GHIbl KaK MOJIEIH MO3BOJIUIIO C YCIIEXOM IMPUMEHSITh TeHETH -
YeCKHUil aHaJIu3 B UcclenoBaHUsIX MGYHKIU TeHOB ras. Y D. melanogaster c momoliiblo TIpoObl v-Ha ras Bbl-
SIBJIEHO 3 MOJIOCHI Ha IperapaTax ITOJIMTeHHBIX XpoMocoM. Bee Tpu niontockl (Drasi, Dras2, Dras3) pacrio-
JIoXeHbI B auckax 85D, 64B, 62B xpomocomsl 3 1o Kapre bpumkeca. M3 HUX ToabKO reH Drasl vimeer
o0l1ee MPOUCXOXKACHUE C TEHAMU Fas MJIeKoTUTaronx. HecMoTpst Ha MHOTOUMCIIEHHbIE pabOTHI IO U3Y-
YEHUIO POJIM TEHOB ras B Pa3BUTHMM HACEKOMBIX, JaHHBII BOMPOC M3yuyeH HemocTaTouHo. He Tak MHOTO
BHUMAaHMS B JIMTEpAType YACISIETCS PO U3MEHYMBOCTH T€HOB Fas B 3BOJIIOLIMK. B HacTosIee Bpems ak-
TUBHO UAEHTUDUIIUPYIOTCS MUIlIEeHU Ras-0elKOoB, N3y4aloTCsl CUTHAJILHbBIE TIYTH C UX yJ4acTHeM, a TaKxke
MOCJEACTBUSI BO3ACUCTBUIA Ha 3TU MYTHU B TKAHSIX OIPO30(MUIIbI, B KJIETKAaX IPOXKKEH 1 MICKOTTUTAIOIIX.
O6cyxnatorcst hyHKIMM O0enika Ras B CUTHaIbHBIX MyTSX, KOHTPOJIUPYIOIIMX MTPOSIBJICHWE MyTallUiiA B MOP-

doreHese A1po30PUIIbI U CBSI3b I'eHa ras ¢ PeHOTUITNUYECKUMU MPpU3HAKAMM OITyXOJIH.

Knarouesvie crosa: cemeiictBo Ras-06e1KoB, reHbl ras, oHTOreHe3, Drosophila.

DOI: 10.7868/S0475145013040083

BBEJIEHUE

benku Ras sBIISIIOTCS 4WieHaMM BBICOKO KOHCEpBa-
TuBHOro cemeiictBa I'TMa3HbIX OENIKOB, KOTOpbIE
(YHKIIMOHUPYIOT B MYTSIX CUTHAJbHOM TPaHCIYKLIMU
y IIMPOKOTO Psijia OPraHU3MOB U B IIpoOIeccaxX pa3BU-
st (Bogulski, 1998). Cpennt pazmmaabix ['TO/TAD
CBSI3BIBAIOIINX OEJIKOB 0CO00€ MECTO 3aHMMAIOT IIPO-
JIYKTEI ceMeiicTBa TeHOB ras. benku cemeiictBa Ras or-
HocsTca K MainbIM G-06enkaMm i MaseiM [ TdazaMm,
KOTOpPbIE UTPAIOT POJIb “MOJIEKY/ISIPHBIX MEPEeKIIroYa-
teneir” (Valencia et al., 1991; Rommel et al., 1998; Ro-
jasetal., 2012). benku cemeiictBa Ras yuacTBYIOT B mie-
penadye CUrHaJIa OT MEeMOpPaHHBIX PELIEIITOPOB U PETy-
JIMPYIOT IIPOLECCHl KJIETOYHOIO MACIACHUS, IIPUK-
peIUieHNsI UX K BHEKJIETOYHOMY MaTPUKCY, a TaKxKe
BJIMSIIOT HAa COCTOSTHME aKTMHOBOTO LIMTOCKEJIeTa M Ha
3JI0Ka4eCTBEHHYI0 TpaHcdopMaluio. beiaku Ras sB-
JISIFOTCSI KOMIIOHEHTaAMM Pa3IMYHbBIX KacKaloB mepe-
nauu curHajia (puc. 1). Haubonee n3ydeHHbBIM SIBJISI-
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ercst MAP-kuHa3HbIl Kackana (C y4acTUeM MPOTEUH-
KMHa3, aKTUBUPYEMbIX MUTOTeHaMu). AKTUBALIUS U
nHakTuBaus Ras obecrieunBaloTcst AByMsI cieliu-
gyeckumu oesikamu. @akrop GEF (guanine-nucleotide
exchange factor) ocymectisier oomeH [J1® Ha 'TD B
aKTUBHOM LIeHTpe Oesika Ras, B pe3ysnbrare yero Ras-
0eJIOK TepexXoJUT U3 HEaKTMBHOTO COCTOSIHUSI B aK-
tuBHoe. GAP (GTPase-accelerating protein) B3anmMo-
neiictByeT ¢ Ras u nosbliaer ero 'T®a3Hyro akTUB-
HocTb. [Tocre nedocopunupoanust [ T Ras nHak-
TUBUPYETCS.

CTpyKTYpHO-(PYHKIIMOHAJIbHOE HCCIIeTOBAaHE
nokasajio, 4To N-KOHell, KOHCEPBATUBHBINA y BCEX
0esikoB Ras, OoTBETCTBEHEH 3a aKTUBALIMIO MMILICHEH
Ras. OueBuaHoO pa3nuuHbIie 0eJIki Ras cTuMymupyroT-
Csl pa3HbIMU CHMTHAJIaMH1, HO TIOC/Ie0BaTeIbHO aKTH-
BUPYIOT OIHU U Te & MMIIEHU BHYTPU KJIETKU. B
KJIeTKax  MJIEKOMUTAIIMX  TpaHchopMuUpylolias
¢yukmsa Ras TecHo cBsI3aHa ¢ MX CIIOCOOHOCTBIO
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Puc. 1. CxeMa pery/isiium KJIETOYHBIX ITPOLIECCOB ¢ yyacTheM Ras-6enka. YrpollieHHast MojiesIb Iepeaadyy CUTHaa OT akTUBUPO-
BaHHOTO TUPO3MH-KMHA3HOTO PeLlenITopa Yepe3 IIPOMeXyTOUHbIN 0e1oK Grb2, akruBupyroniuit SOS, KOTOPBHIii, B CBOIO OYepeb,
aktuBupyet Ras, 3amensia I[J1® na ['TD. AktuBupoBaHHbIi Ras 3armyckaer psin Kackanos, Bkirodarorux 6eiaku PI(3)K, RAE
RalGDS u npyrue, 4To IpUBOAUT K aKTUBAILIUK IITUPOKOTO CIIEKTPa KJIETOUHBIX ITPOLIECCOB.

MIPUKPETUISITHCS K IIa3MaTuyeckoit MemopaHe. [1pen-
craBuTen ceMelictBa Ras mmeror Ha C-KOHIlEe CUT-
HaJbHYIO TIOCIEAOBATEILHOCTL Ccys-A-A-X (rme A —
mobast anudarndeckass aMMHOKHUCIOTa, X — TepMU-
HaJbHAasi aMUHOKMUCJIOTA), TIOTepsl KOTOPO, KaK I10-
Kazan BuurymceH ¢ coaBTopamu Ha npumepe v-Ha-
ras (Willumsen et al., 1984, 1985), mpenoTBpaiaet
NpUKperieHrne 0eaka K MeMOpaHe M CHMKAeT ero
TpaHcopMupytonmii  noreHunan. PyHkims Ras-
OOYCJIOBJIEHHBIX MYyTell CUTHAJBHOM TPaHCIYKIINH
(Ras-curHajquHr) 3akjoyaeTrcsi B KOHTPOJie KJIeTou-
HoMt mipoymdepannu n guddepeHnuposku (Lowy
etal., 1993, Moodie et al., 1994). I'Tda3Hast aKTUB-
HocTh Ras kontponupyercss PTK peuiernrropHbeiMu TH-
posuHkuHazaMu (Schlessinger, 1993; van der Geer
etal., 1994).

J1J1s1 TOTO 4TOOBI TeH Fas GYHKIIMOHUPOBAJ KaK OH-
KOTeH, B JIOKYCE HOJDKHBI IIPOU30MTU OMpeacIeHHbIE
MyTalluy, B pe3yjibTare KOTOPbIX TeH aKTUBUPYETCS.
MyTallMOHHO aKTUBUPOBAHHbLIE T€HBI ras OOHapyXKe-
HBI npuMepHO Y 30% Bcex caydaeB paka y delloBeKa
(Reuveni et al., 2003). Pa3Hble TOYKOBBIE MyTallUU B
OOHOM U TOM K€ KOHOHE MOIYT aKTMBHUPOBATh 3TOT
reH (Capon et al., 1983).

AHaiu3 oOpraHu3aluy Y TOCJIeI0BaTeIbHOCTEM
NBYX JIOKYCOB (c-Ki-ras 1 v c-Ki-ras2) y uenoBeka, pofi-
CTBEHHBIX TpaHChOPMUPYIOIIEMY TeHY BUpyca Mbl-
1IMHOM capkoMbl KupcTeHa mokasas, 4To OJWH U3
HUX SIBJIsIeTCsl (DYHKLIMOHATbHBIM T€HOM, a APYTOM —
rnceBaoreHoM. JIBa (huHaIbHBIX KOAMPYIOLINX SK30HA
(byHKIIMOHAJIBHOTO TeHa, BEPOSITHO, BOBHUKIIU C TO-
MO0 AyrIMKauuu. O4eBUaHO, PyHKIIMOHAbHBIN
TeH MOXeT CIleHM@ULUPOBaTh JII0O0OH U3 ABYX POI-
CTBEHHBIX mojunenTtuaoB B npouecce PHK-cmaii-
cuaTa (McGrath et al., 1983). 'T®a3Has aKTUBHOCTb
MOXKET M30MpaTebHO HapylllaThCsl MyTallMeid, UYTO
MPUBOAUT K aKTUBAILUM OHKOINEHHOIO MOTEHIIAaIa
(McGrath et al., 1983, 1983a).

Hccaenosanus Ha apo3odnie Jaa BO3MOXKHOCTD
IIPUMEHSTh TEHETUYECKUI aHaIM3 B KUCCIIEIOBAaHUIX
¢yHKuMi reHa ras. CHa4Yaja Tpy WieHa CeMeicTBa OH-
KOTEHOB ras ObUIN MACHTU(MUIIMPOBAHBI TOJILKO Y IO~
3BOHOYHBIX. Y D. melanogaster ¢ TIOMOIIBIO TTPOOBI
v-Ha ras BBISIBJIGHO TpU IOJIOCHI Ha TIpernaparax nojai-
TEHHBIX XpOMOCOM. Bce TpH MOJIOCHI, COOTBETCTBYIO-
mue reHaM (Drasl, Dras2, Dras3) pacIlOJIOXXeHBI B
nrckax 85D, 64B, 62B xpomocomsl 3 no kapre bpu-
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Cxema rena Dras1 Drosophila melanogaster

3

___puny  Han 1

Hl HerpancaupyeMsie paiionsl (5', 3'-UTR)
[ Koaupyrowas yacTb reHa

Puc. 2. Cxema rena Dras 1 Drosophila melanogaster.

mxeca (Shilo, Weinberg, 1981; Neuman-Silberberg
etal., 1984).

Tpu rena ras Drosophila MeOT HU3KUIA YPOBEHb
TOMOJIOTUU MexKIy coboii. IeH Drasl KxonupyeT 6eJIoK
p21, KOTOpBIil COCTOUT M3 IBYX JOMEHOB. N-KOHIIE-
BOI1 moMeH Oenka Ras mpo3oduiisl sSBisieTcsa (QyHKIIN-
OHaJIbHBIM U COXPaHSET TOMOJIOTHIO C IPYTUMU OeJI-
Kamu cemeiictBa Ras (Neuman-Silberberg et al.,
1984). Drasl xoaupyeT OivMH OCHOBHOM TPaHCKPMIIT
mHoi 2.0 T.I.o., B TO BpeMs Kak Dras2 uMmeeT Tpu
crutaiic-BapuanTa (1.6, 2.1, 2.6 T.11.0.). Drasl yrpatun
nociegoBaTenbHOCTh TATA-O0OKca, HO COIEepXKUT 3J1e-
MEHTHI TpaHKpuUIioHHoro peryistopa DRE (DNA
replication-related element), mpeacTaBJieHHOro Ia-
JIMHAPOMHOM TocnenoBarelibHOCTEI0 TATCGATA un
HeobxoauMmoro s cBs3biBaHus pakTopa DREF (Hi-
rose et al., 1993).

Drasl xoaupyeT 0OeJIOK, TOMOJOTUYHBIN OeiIKy
Haras miexonmratommx Ha 75% (Neuman-Silberberg
etal., 1984). Crennenp romonoruu Tpex Ras-0eakoB
MJIEKOITUTAIOIIMX COCTaBJIsIeT MexXay coboir 80%
(Fasano et al., 1984). IIpu 3TOM B mpenesiax J1aHHOM
TPYIITHI HAMOOJIbIIIEE CXOACTBO HAOIIOMAETCSI B OTHO-
eHUr (pparMeHTa, COOTBETCTBYIOIIEro nepBbiM 120
aMUHOKMCJIOTHBIM OCTaTKaM, I1Ie CTereHb TOMOJIOTUH
cocraBinsieT 97% (Fasano et al., 1984; Ogura et al.,
2009; Rojas et al., 2012). Drasl D. melanogaster siBnsi-
eTCsl CTPYKTYPHBIM U (PYHKIIMOHAJbHBIM aHaJI0TroM
TEHOB ras MiieKornuTaomux (puc. 2). TpaHcKpuIT re-
Ha cocTtapisieT 1958 m.o. Ero TpaHcsiuys IpuBOIUT K
00pa30BaHUIO ITOJIUIIETITUAA JIMHOM 189 aMuHOKMC-
JnoTHBIX ocTaTtKoB. (Neuman-Silberberg et al., 1984;
Schejiter et al., 1985).

Crenenb romonoruu reHa Dras2 v ¢ Ha-ras miexo-
MUTAIOIINX MeHbIlle 1 cocTasiseT 50%. Ha N-koH1e
oestok Dras2 conepXXuT OOUH IOTIOJTHUTEIbHBIA aMy-
HOKMCJIOTHBIN OCTaTOK Mo cpaBHeHUIO ¢ Dras1 n 4 no-
MOJTHUTEILHBIX AMUHOKUCIOTHBIX OCTaTKa IO CpaB-
HeHuto ¢ Rasl npoxckeit (Mozer et al., 1985). B otym-
4ue OT HUX MpoMoTop Dras2 MeeT 1Ba BEIPOXKACHHBIX
GC-60okca u TATA-nmonoOHBIE TTOC/IEN0OBATEILHOCTH.
IIpomotop Dras2 y D. melanogaster nByHaIpaBieH-
HBI M PETYJIMPYET ellie OOWH I'eH, OpUEeHTUPOBAHHBIN
B IIpoTHMBONOJOXHOM HampabiaeHuu (Cohen et al.,
1988). DTu nBa COBMECTHO TPAaHCKPUOUPYEMbIX TeHa
pa3aesieHbl TOAbKO 93 ocHOBaHUSIMU. JememMoOHHbBIN
aHaJIM3 MoKaszall, YTo JIJIsl TPAHCKPUILIMOHHOM aKTHB-
3 OHTOTEHE3 Ne 5
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HOCTU O0OMX F'€HOB TPEeOYyeTCsI OOLLUIT HUC-AECTBYIO-
i1 2JIEMEHT B Mpeaeiax MTaHHOro IIPOMOTOpa
(Salzberg et al., 1993).

Ien Dras3 npo3oduinl He uMmeeT nHTpoHOB (Karim
et al., 1996) u kogupyet 6€JI0K, TOMOJIOTMYHbIHI ¢c- Ha-
ras Miexkonuraommux Ha 48% wu c-Ki-ras Ha 56%
(Schejiter et al., 1985). Haubombliiiasi romMosorust Tak
Ke, KaK M y ABYX APYIUX ras-T€HOB IPO30(Ubl, Ha-
OmomaeTcsd B 00JIaCTH, COOTBETCTBYIONIEH N-KOHILY
o6enka. CornacHo ruriore3e Ilayspca ¢ coaBTOpamu
(Powers et al., 1984), 3Tu 3BOJIIOLIMOHHO KOHCEpPBa-
TUBHBIE YYaCTKM OOECIeunBalOT (PYHKIIMOHATBHYIO
AKTUBHOCTbH O€JIKOB IAaHHOTO CEMEICTBA.

Dras-reHbl 'y apo30hwibl MMEIOT JJIMHHBIE He-
TpaHcaupyembie S'- unu 3'-paiionnl (Brock, 1987).
AHaJIN3 TOCAea0BaTeIbHOCTEN 27 ajUleieil KaXXaoro
U3 3 TeHOB, POACTBEHHBIX 7as, MOKa3aj, YTO BCE OHU
MMEIOT HU3KUI YpOBeHb MojinMopdusma. OTCyTCTBUE
AMUHOKMCJIOTHBIX 3aMeIIeHUil B MOCIeO0BaTeIbHO-
crax reHa Drasly D. melanogaster ' y BUIOB-JIBONHU-
KoB D. simulans n D. mauritiana CBUIETEILCTBYET O
BBICOKOI1 (DYHKILIMOHAJIbHOU 3HauuMocTu. IeH Drasl
MMEET HAMMEHbIIIYIO BHYTPUBUIOBYIO U3BMEHYUBOCTh
OTHOCUTEJILHO BEJIWYUHBI JUBEPreHLIMU OT BUIOB-
IBOMHMKOB B cpaBHeHUM ¢ Dras2 (Gasperini, Gibb-
son, 1999).

Mamenenust no3bl TeHOB Dras y apo3oduibl He
UMeoT (GEeHOTUITMUeCcKoro 3@dekra, HO TOoTeps
dyukuyu amneneut Drasl v Dras3 monuguLupyeT My-
TaHTHbIE (PEHOTUIILI APYTUX T€HOB, C KOTOPLIMU OHU
B3aIMOACUCTBYIOT (CUTHAJIbI, KOTOPbIE OHU Mepena-
10T). IToCKOIBKY BCe ras-reHbl GyHKIIMOHUPYIOT B OJ1-
HUX Y TeX Xe TKaHSX, UX TPAaHCKPUIITHI UMEIOT CXO/I-
HOE IIPOCTpaHCTBeHHOEe pacripeneieHue (Segal et al.,
1986).

CpaBHeHME aMMHOKHWCIOTHBIX ITOC/IEI0BATEIbHO-
CTel y pa3HBIX WICHOB ceMelicTBa Ras y TO3BOHOYHBIX
nokasajio, 4To 120 N-KOHILIEBBIX OCTATKOB BBICOKO
KOHCepBaTUBHBI, TOTAa Kak C-kKoHell nu3meH4YusB. [1pu
HCCJIEMOBAaHUM CKOHCTPYMPOBAHBIX XMMEPHBIX OeJ-
KoB, coaepxkaiux 111 N-KOHIIeBbIX aMUHOKUCIOTOT
geJioBeuecKoro onkoreHa Ha-ras EJ, u C-KoHell OT
IBYX Ip030(WINHBIX TeHOB ras (Dras I wma Dras3) BbI-
SICHUJIOCh, YTO OAHA U3 3TUX KOHCTPYKLMIA, KOTOpast
uMesia Toabko 20 KOHCepBaTUBHBIX OCTATKOB MEXIY
nosioxxeHusiMu 121 u 189, moria TpaHcchopMupoBaTh
KpbICUHBIE KJIeTKM rat-1. TpaHchopMupoBaHHBIE
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KJIETKW CIMOCOOHBI MHIYIIMPOBATh JIETATbHbIE OITyXO-
M y Kpbic. Bropast KoHcTpyKiust, conepkaiiast C-ko-
Hell OT APYToro reHa ras dpo3oguabt, Takke CriocooHa
K TpaHcdopMallii, HO TOJbKO IOCJ€e CUEIUIEHUS C
BUPYCHBIM TPAHCKPUILIMOHHBIM ITPOMOTOPOM. M HBI-
MU CJOBaMH, OOJBIIMHCTBO OCTaTKOB Ha C-KOHILIe
MOXHO 3aMECTUTH 0e3 0cJIadJIeHNsI TpaHC(HOPMUPYIO-
mux crmocodbHocrelt 6enka Ras (Schejter et al., 1985).
OHKOT€eHBI #as U Src SIBJISIIOTCSI KOMITOHEHTaMU KacKa-
Jla, aKTUBUPYyeMOTO (haKTOPOM pOCTa HEPBOB, MTO3TO-
My HapylieHue ux QYHKIMU MPUBOAUT K TEM XKe MOo-
CJIEACTBUSIM, YTO U HapylleHue (hyHKIIMA POCTOBOIO
dakTopa npu nuddepeHIMPOBKE KIIETOK (PeOXpOMO-
uutoMbl PC12 (Bar-Sagi et al., 1985).
CpaBHUTEJIBHBIN aHAIW3 TIocheaoBaTeIbHOCTE N
TEHOB CEMEWCTBa ras pPa3HbIX BUIOB OPraHU3MOB
(BKIIO4as MJICKOIMUTAIOLIMX M JIpo30(Iul) mokasal,
YTO BCe TPpU reHa ras muiekonurtatomux: Ha-ras (Har-
vey et al., 1964), Ki-ras (Kirsten et al., 1967) u N-ras
(Marshall et al., 1982; Hall et al., 1983) roMo10r14HbI
reHy Dras I npozoduibl. JIBa npyrux reHa Dras 6ecro-
3BOHOYHBIX (PMIOT€HETUYECKH OJIM3KM IPYTUM TeHaM
cemelicTBa ras: Rap 1B, Rras2 1 MOTYT BBITIOJTHSITB APY-
ryto pynkuuio (Ogura et al., 2009; Rojas et al., 2012).

POJIb B PABBUTHHN APO30PUJIIbI

IIpu wuccnenoBaHWM XapakTepa TPaHCKPUILIUU
Tpex Dras-oHKOTeHOB B pa3Butuu y D. melanogaster
rokKasaJjio, YTO BCE TPU IeHa KCIIPECCPYIOTCSl Ha OIu -
HaKOBOM YPOBHE, Cy/s 110 XapaKTepy TPAHCKPUITLIUY B
SMOpHOHAX, TUIMHKAX, KyKOJIKaX U uMaro. Beicokue
ypoBHU Dras HaliieHbl Y IP030(p Wbl B HEOILIOAOTBO-
penHbix sitax (Lev et al., 1985). KoHkpetrHas poJib
T€HOB ras y Ipo30dribl paKTUIESCKN M3ydeHa MO3a-
WYHO U TpeOyeT OoJiee netajibHOro aHaiau3a. OgHako
HeKOTOpble (DYHKIIMU YK€ YCTAHOBJIEHbI U KOPOTKO
OHU U3JI0XKEHBI HUXKE.

1) B Teyenue smOpuroreHe3a TpacHKpUNTHL Drasl
OrpaHUYEHBbI INIABHBIM 00pa30M LIEHTPaJIbHOU HEpB-
HOI cUCTEMOI SMOPUOHA, YTO CBUJIETEIILCTBYET O €TI0
BO3MOXKHOW POJIM B JAETEPMUHALIUU HEPBHBIX KJIETOK
(Ezeret al., 1994).

2) AKTUBUPOBaHHbBINI Ras BbI3bIBaeT HapylIeHUS
pa3Butus y TpaHcreHHbix D. melanogaster (Bishop
etal., 1988).

3) AxktuBauusa Ras B mpenenax mpoTopaKaJlbHOIM
>KeJle3bl MHAYLMPYET MPeXIeBPEMEHHOE BblIEJIEHUE
9KOM30HA, Torma Kak okchopeccus dn-P13K wmm
dn-Raf B mpoTropakanbHOI Kejle3e CHUIBHO 3aIepKu-
BaeT yBEJIMYEHUE BBIITyCKa IKAU30HA, YTO IPUBOAUT K
MpeKpalleHWIo pocTa U Havally okKykiauBaHus (Cald-
well et al., 2005).

4) Rasl KOHTpOJMPYET MUTPALIMIO IMOTPaHUYHBIX
KJIETOK B TeyeHune ooreHesa (Lee et al., 1996).

5) Ras1 o0ycnaBinBaeT CUTHAIbHYIO TPAHCAYKIIUIO
B Pa3BUTUU KOHIIEBBIX y4aCTKOB 3MOpuoHa. BeposiT-
HO, OOJILIIIMHCTBO HapyllleHUi (DeHOTUIIOB TOJIOBBI 1
OplollIKa TTOSIBUJIMCH B pe3yJibTaTe HeyJIauHOM Crelm-

MHUTPOPAHOB u ap.

¢uUKalIMM TePMUHAIBHBIX CETMEHTOB Y 3MOpPHMOHOB
MOCPEACTBOM ITyTH TOrso, KOTOpbIil, KaK U3BECTHO,
TpeobyeT ydactust Rasl. HbeKIMs aKTUBUPOBAHHOTO
Ras1 Bo3BpaiiaeT K HopMe (DEHOTHUIIBI C MATEPUHCKUM
apdexkrom 0-myranuii reHoB csw 1 for (Lu et al., 1993).

6) Ras-curHanmHr ydacTByeT B (DOPMUPOBAHUU
MycCKyJaTypbl. MycKynaTypa y Ipo30(hUiIbl TPOUCXO-
JIUT OT ABYX TUIIOB MUOOJIACTOB: KJIETKU-OCHOBATEIN
(KO) m xoMImeTeHTHBIC IJIs CIAUSTHUST MMOOJACThI
(KCM). AHaiu3 3KCcnpeccuu IO3BOJIWI UASHTUdU-
LIMpOBaTh TeHbl, KOTopble AvddepeHINaTIbHO KC-
npeccupyiorcsa B KO u KCM. B nepBuyHoit Me3oaep-
Me, popMUpyIoIIeit MycKyIaTypy SMOPHUOHOB, MOJTY-
4eHHBIX OT MyTaHTOB Toll10b, sKkcmpeccust aKTUBU-
poBaHHbIX popM Notch niau Ras mpuBoamia K MHIYK-
nuu gerepMuHaumu MuobiactoB mo KCM mwim KO
MyTU COOTBETCTBeHHO. IIpeacraBiieHHbIE B 3MOPUO-
Hax TPAaHCKPUIITHI KaXKIOTO TeHOTUIIA CPAaBHUBAJINCH C
nomonisio ruopuamnsanuu ¢ KJIHK Ha Mukpouwntax.
Cpenu 83 reHOB, KOTOPbIE 3KCIPECCUPOBAIUCH TU(-
depeHIaNBEHO, 0OHAPYKEHBI T€HBI, IIPOIYKTHI KOTO-
pPBIX 3KcIpeccupytores crnenudnado mrg KO wmm
KCM. Haubonee yeTkue pe3yabTaThl MOJTYYEHBI IS
TeHOB heartless v hibris. Takue reHbl Kak phyllopod vr-
paloT pELIaIoIIyI0 PoOJib B IIpoliecce CIeun(pUKam
OTHEJIbHBIX MYCKyJIOB. Takke TI0Ka3aHO, 4YTO TeH
tartan HEOOXOOUM [IJIsi HOPMaJbHOIO MopdoreHesa
myckynatypsl (Altero et al., 2003).

7) Ras1-0e10K — HEOOXOAMBIIT KOMITOHEHT KJIIO-
4eBBIX CUTHAIBHBIX ITyTell pa3BuTus Apo3oduibl. Ha-
pylIeHUe SKCIPEeCCUM KOHCTUTYTUBHO aKTUBHBIX
¢opm Rasl (Ras1V12) u TUpO3UH-KWHA3HOTO peLer-
TOpa Sevenless (sev) B Te4eHHE SMOpHOreHe3a IIPUBO-
JUT K TMOeu OJarogapsi HECBOEBPEMEHHOM aKTHUBa-
M curHajibHbIX TyTeit RTK/Rasl. Mzonsiums myra-
LM B reHe frithorax N aJUIeIU3M C T€HOM breathless
RTK cBunerenscTByeT 00 y9acTUM ras B PeryasiuUA
roMeo3UCHBIX reHOB (Maixner et al., 1998).

8) Kak mokazano cpaBHEHME IIOC/I€IOBaTe/IbHO-
creii 25 anneneii reHa Dras 1 D. melanogaster ¢ annenem
Toro Xe reHa D. simulans, maBneHue oToopa, IeicTBY-
foliee Ha KoMnoHeHThl Ras-curHanuHra (oT Mmemopa-
HbI B KJIETKY), SIBJISIETCSI pa3sHOHarpaBieHHbIM. [1o-
ckosibKy Ksr (kmHa3HbIil cympeccop Ras) sBnsiercst
o4yt MoHOMOpGhHBIM y D. melanogaster, Mognpuka-
Topbl Ras-curHaimnHra siBisiroTcst 00jiee BEpOSTHBIM
MCTOYHUKOM KOJIMYECTBEHHON M3MEHYMBOCTH, CBSI-
3aHHOI C 3TUM KOPOBBIM pery/isaTopHbIM ITyTeM (Riley
etal., 2003).

9) IeH argos HEraTUBHO PeryvMpyeT TPAHCAYKIIUIO
curHana B kKackagae Ras/MAPK. Myrauuu ¢ notepeit
¢GYyHKIMM B KOMITOHEHTAaX CHUTHAJIBLHOIO KacKaja
Ras/MAPK neiicTByIOT KaK JOMUHAHTHBIE CYIIPECCO-
pol (peHOTHUMNA, BBI3BaHHOIO O-MyTallMsIMM TeHa star
(Sawamoto et al., 1996).

10) Ien sprouty XomupyeT BHYTPUKJIETOUHBIA Oe-
JIOK, CBSI3aHHBIN C BHYTpeHHE! MOBEPXHOCTDIO IIa3-
MaTU4eCcKoi MeMOpaHbl. MyTaHTHI sprouty(—) UMEIOT
M30BITOYHOE YUCTO (POTOPELEINTOPOB, KOHYCHBIX U
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YHUBEPCAJIbHBIM KJIETOYHBIM MEPEKJIIOYATEJIb RAS

MUTMEHTHBIX KJIeTOK. [TpoayKT reHa sprouty cBsi3aH C
JIByMsI BHYTPUKJIETOYHBIMU KOMITOHEHTaMu Ras-cur-
HanuHra (Drk u Gapl) u siBasiercst uHruoutopom Ras-
nytu (Casci et al., 1999).

11) Jlokyc Rasl yyactByeT B (bOpMUPOBAHUU 00O~
nouex siina y Drosophila. [erepo3urorHocTh o MyTa-
u ras1(5703) BIvsieT He TOJIbKO Ha >KM3HECIIOCO0-
HOCTb U MopdoreHe3 a3, Ho u Ha (OpMUPOBaHNE
00oJiouexk siflia B ooreHese. MyTaHTHbIE CAMKU yMe-
PEHHO (hepTUJIbHBI U OTKJIAbIBAIOT Siilla C Hapyllle-
HUSIMU CTPYKTYPBI 000JI0UEK $Tifl1a, U3 KOTOPBIX BbI-
JIYTUISIIOTCST HOpMaJlbHbIEe TUYUHKU. Rasl-curHajiuHr
B TE€UEHHUE OOreHe3a BKJIIOYAET HOBbIE KOMIIOHEHTHI,
KOTOpBIE, BO3MOXKHO, TECHO CBSI3aHbI C TOTTOJTHUTEb-
HBIMM TIpolieccaMU Tiepeayr CUTHaja U ¢ peopraHu-
3aumelt nurockesiera (Schnorr et al., 1996; Schnorr
etal., 2001).

12) ITouck myramuii, KOTOpble CHIKAIOT 3P PeK-
TUBHOCTb TlepeJlayv CUTHaJIa TUPO3UHKUHA3HBIM pe-
LIETITOPOM, MIPOYKTOM reHa sevenless D. melanogaster,
BBISIBUJT 7 TEHOB, MTPOAYKThl KOTOPBIX B HOPME HEO0-
XOJIMMBI JIJII CUTHAJIMHTA ¢ momolibio Sevenless. Ye-
ThIpE U3 CEMU T€HOB CYIIIECTBEHHBI JJIs1 CUTHAJIMHTA C
TMOMOIIBIO BTOPOW TUPO3UHKWHA3bI, TPOAYKTa T'eHa
ellipse. OnyH 13 3TUX CEMU I'€HOB KOIupyeT 0e10K Ras.
E1ie onuH reH KoaupyeT 0e/T0K TOMOJIOTMYHBIN OEJIKy
CDC25 y S. cerevisiae, akTuBaTOpy 0OMeHa ryaHUHa.
CruMmynsaiust akTuBHOCTU Ras-0eska sIBisieTcs Bax-
HBIM 3JIEMEHTOM B Mepeaade CUTHaja C MOMOIIbIO
Sevenless u Ellipse (Simon et al., 1991).

13) Bo BpeMsi pacXOxXKIeHUST MBIIIEUYHbIX TIpeIie-
CTBEeHHUKOB myTu Notch- 1 Ras-curHajimHra B3aumo-
IeicTBYIOT. YTOOBI BBHI3BATh CIIEIM(PUIECKUII OTBET,
MEXKJIETOUHbIE CUTHAJIbI IOJIKHbBI ObITH TOUHO WHTE-
rpupoBaHbl. B Tipoliecce crneumdukauuy mpeaiie-
CTBEHHUKOB MYCKYJAaTyphl U cepjlla U3 KiaacTepa K-
BUBAJIEHTHBIX KJIETOK B SMOPHUOHATBHON Me3oiaepMe
nposzoduisl, myth Ras/MAPK, aktuBupyemblii pe-
LIETITOpaMU POCTOBBIX (haKTOPOB, (PYHKLIMOHUPYET
KaK WHAIYKTUBHBIA CUTHAJ KJIETOYHOM JIETE€pMHHA-
1IMU, Toraa Kak Notch mpoTuBoeiicTByeT 3TOM aKTHB-
Hoctu. Ras unnynupyet Notch (ero nurana Delta) u
aHTaroHUCT pelenTopa MUAEPMAIBHOTO POCTOBOIO
dakTopa Argos. Delta 1 Argos 3areM HEaBTOHOMHO
OJIOKMPYIOT MO3UTHUBHYIO PETYJISILIMIO OOpaTHOM CBsI-
31, KoTtopas amrumapunupyer Ras-curxan. Drta 06-
paTHasl CBSI3b XapaKTepu3yeTcsl aKTUBalMei 00ycI0B-
JIeHHbIX Ras mpokcumaibHBIX KOMIIOHEHTOB ITyTeil
PeLIENTOPOB BHUAEPMAJIBHOTO POCTOBOTO (hakTopa
(DER) u daxropa pocta ¢prbpo0aacToB Apo30(huibl
(Htl). B cBolo ouepenp aktuBamust Notch mpuBoguT K
CHIDKEHUIO YpOBHS 3Kcrpeccuun Delta m Argos, TeMm
CaMbIM YCWJIMBasi OJHOHAMPaBJIEHHbI MHIMOUPYIO-
i orBeT (Carmena et al., 2002).

14) Jloxycam wingless (Wg) u decapentaplegic (Dpp)
MPpUCYIIa KOMIIETEHIIUS IS OOYCIOBICHHOM pelier-
TOPHON TUPO3UHKMHA30M MHAYKLIUU CYOTOIYISILIMU
MYCKYJIbHBIX Y CEpJI€YHbBIX MPEAIIIECTBEHHUKOB Y IPO-
30(MJIbI C TIOMOIIIBIO IECTBUS KaK BHILIE TTO KaCKay,
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Tak 1 rapauiesibHo ¢ Ras. B nononHeHue K peryssiumn
BKCIPECCUU TTIPOKCUMAJIBHBIX KOMITOHEHTOB Ras-11y-
TH, Wg U dpp KOOPAUHUPYIOT MpsiMbie 3 hEKThI Tpex
CUTHAI-aKTUBUPYEMBIX TPAaHCKPUITIMOHHBIX (DaKTO-
poB (dTCE Mad un Pointed, ¢pyHKIIMOHUPYIOILIUX B
nytssx Wg, Dpp 1 Ras/MAPK cooTBeTCTBEHHO) U IBYX
TPAHCKPUITIMOHHBIX (paKTOPOB, OrpaHUYCHHBIX TKa-
Hsamu (Twist 1 Tinman), Ha sHxaHcep reHa eve (Even
skipped). Murerpanus Pointed ¢ KoMOMHATOPHBIMU
apdexkramu dTCE, Mad, Twist u Tinman ormpeneisier
cnelMUYHOCTh MHAYKTUBHOro Ras-curHaauHra B
pasButru MyckyJioB u cepaua (Halfon et al., 2000).

15) IloBbllIeHHAsT KOHIIEHTPALXSl TPAHCKPUIITOB
ras B MIpoJIMEpUPYIOIINX KJIETKaX B TEYEHUE JTUUM-
HOYHOTO Pa3BUTHUSI CBUACTEILCTBYET, 4TO Ras-Genku
SIBJISTIOTCSI HEOOXOIMMBIM KOMIIOHEHTOM B ACJACHUM
BOUTEIUATBHBIX KJIETOK, OMHAKO UX (PYHKIIUS, oue-
BUIHO, HE OrpaHUYMBAETCS MPOJUPEePUPYIOIIMMU
KieTkaMu. EnmHoo0pa3Hoe pacpeneacHue ras-TpaH-
CKPHUIITOB B KOPTEKCE MO3Ia ITOKa3bIBaCT, UTO 3T OeJI-
KM CBSI3aHBI TAKXKE C Pa3BUTHEM KOPTEKCHBIX KJIETOK
(Segal et al., 1986).

16) ¥ Drosophila aktuBarus mytn Rasl momapisieT
amnoITO3HYIO0 aKTUBHOCTh, MHAYLUPOBAHHYIO TeHAMU
head involution defective (hid) n reaper (rpr). AHTHANO-
MITO3HAsl aKTUBHOCTb Ras B pa3BUTUU TJ1a3a peryaupy-
ercst EGF-penenropom npo3o¢uibl 1 IeHACTBYET 4e-
pe3 Raf/MAPK-nyts. C HOMOIIIBIO TPAaHCTE€HHBIX MYyX
1 KYJBTYpbl KJIETOK ITOKa3aHO, YTO calThl hochopu-
supoBanus Oenka Hid kwnazoitk MAPK ssistoTcs
KPUTUYECKUMM IS 3TOM peaklny. DKTOIIMYecKas
aktuBalus Raf/MAPK-myTu B pazBuBatomnieMcst 3M-
OpHOHE M pa3BUBAIOIIEMCS I7a3¢ IIOMABIISICT ecTe-
CTBEHHO IIPOMCXO SN allOIITO3 W PETyJINpPYeT TpaH-
CKpUITLIMIO TIpoanonTo3Horo reHa Aid (Kurada et al.,
1996; Bergmann et al., 1998).

17) AxtuBupoBaHHas opma Rasl (RasV12) cno-
COOCTBYET POCTY KJIETOK B Pa3BUTUU KpPbLIa y IPO30-
¢unbl. Knetkn, yrparuBiine Ras mmenu maibie pas-
MEpPHI M CHIDKEHHYIO CKOPOCTh POCTa, CKaIUIMBAINCh B
G1-daze, 1 moaBepraguch aronToly ojarogapst KOH-
KypeHLIMU MeKAy KiaeTkamu. AKTuBauus Ras yBenm-
YMBaeT pa3Mephl KJIETOK, M CKOPOCTb POCTa CIIOCO0-
cTByeT nepexony u3 dasel G1 K S-aze. Ras u dMyc
MOCTTPAHCIISILIMOHHO YBEIMYMBAIOT YPOBHU LIMKJIMHA
E. Perymsamust pocra ¢ momoibsio Ras He Hapy1iaer me-
pexon oT G2 Kk M. Ras-I'T®aza cBsizaHa ¢ BHYTpUKIIE-
TOYHBIMU MEXaHU3MaMH, KOTOpble KOHTPOJIUPYIOT
KJIETOUHBIN [IUKJI, KJIETOYHBII POCT M MASHTUYHOCTh
kietok (Prober et al., 2000, 2002).

18) B ycimoBusIX IMOTEpU T'eHa SIUTEINAIbHON M0~
JIIPHOCTH Scribble B KiIOHaX KJIETOK MMAarvHAIBLHBIX
JWCKOB JIp030uUibl, akTuBalusi Ras MoxeT mpuBo-
IUTh K WHAYKIUM 3JI0KAaYECCTBEHHBIX OITYXOJICA.
Caepxnponudepalivss MyTaHTHOM TKaHU YCTOMYMBA K
arnonTosy. KjieTku ocTaBisiioT CBOe MECTO TTPOMCXOXK-
JIEHSI U BTOPTraloTcsl B Ipyrue opraHbl, MPUBOJIS K Jie-
TanbHOMY 3 dexTy. Ycuienne curHaamara Jun-N-
KoHIleBoi KrnHa3bl (JNK), BeI3BaHHOE MOTepeid reHa

3*
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scribble, c1I0COOCTBYeT IBVKESHMIO TpaHCHOPMUPO-
BaHHBIX KJIETOK BO BTOPUYHBIE CAlThI. DTOT 3(PPeKT
TpeOyeT Fos-3aBHCHMOI aKTMBAaLlMM TPAaHCKPUIILINHA
reHa MeTajutoIporeasbl (mmpl), KOTopass HaXOOUTCs
Hweke 110 kackany oT JNK. IlogasieHue akcnpeccumn
mmp I ¢ noMoliibio nHTepdepupytoiieit PHK cHuxa-
€T CITOCOOHOCTb KJIETOK K MHBa3uu. [IponHBa3zuBHAs
dyakmsa JNK rposiBiisieTcst TOJIBKO B YCJIOBUSIX OITY-
XOJIM, KOIja aKTMBMpOBaHHLINA Ras mpemorBpalacT
anonTO3HBIN OTBeT Ha akTuBanuio JNK-mytu, koTo-
PBIil BKJIIOYAETCSI B HETPaHC(HOPMUPOBAHHBIX KJIETKAX
(Uhlirova et al., 2006).

19) Kak n3BecTHO, MeXXIy KJIETKaMU OIyXOJIU U €€
MUKPOOKpPYKeHUEM (OPMUPYIOTCSI CIIOXKHbIC B3au-
MOOTHOIIIEHHUSI, KOTOPbIE BO MHOTOM IIPEAOIIPEaeIIsi-
IOT AajbHeMIlee pa3BUTHE OITyXOJd M oOpa3oBaHUE
metacTtas3. Mcnonb3oBanue D. melanogaster kak Mojie-
JIM TIO3BOJIMJIO UWCCIENOBaTh 3(P(eKThl Koomeparuu
Pa3IMIHBIX KJIOHOB KJIETOK B CUCTEME MMarnHaIbHBIX
JIVCKOB JIpo30duibl. Tak, CTUMYJIOM K MeTacTa3upo-
BaHUIO OIYXOJIM, BBI3BaHHOI akTuBauueit RasV12,
MOCJTY>XKWJI KOHTAaKT ¢ KJIOHOM KJIETOK, HECYIINX MY-
TaHTHBIN cynpeccop omyxonau Scribbled (Wu et al.,
2010). K mporpeccupoBaHUIO OIMyXOJIeii, BEI3BAHHBIX
aktuBauueit RasV12, mpuBogurt Takske IIOBpeKIeHNIE
TKaHEl 1 CTPECCOBBIE YCIIOBHSI, KOTOPHIE aKTUBUPYIOT
JNK-nyTh. OnuremajibHble KJIETKM MMaruHaIbHbIX
JIMCKOB, B KOTOPBIX (DYHKIIMSI MUTOXOHAPUIL HapyIlIe-
Ha ¥ MPOUCXOIUT Ype3MepHasl IIPOAYKIIMS aKTUBHBIX
dopMm kuciaopoga (ROS), nmoTreHIIMaAbHO UHAYLIUPY-
IOT pa3BUTHUE OITyXOJIU B MPUJICTAIOLINX TKAHSIX B CO-
YeTaHWU C aKTUBallMel OHKoreHa ras. DPdeKT Takon
KOooTiepalluy pacipoCTpaHsSIeTCsl Ha COCENHUE KIIETKH
C HOPMaJIbHOW MUTOXOHAPUAIbHON GyHKIMENH U
MPUBOIST K pa3pacTaHUIO OITyXOIU 1 (DOPMUPOBAHUIO
MeTacTa3 (Ohsawa et al., 2012).

20) Ilotepst GyHKIMU peryasiTopa MHOISIPHOCTHU
KJIETOK 1 OITyXoJieBoro cymnpeccopa Scribbled (Scrib) y
Jpo30GhuIbl MPUBOAUT K HapyiieHusM Hippo-1ytu B
SIUTEINATBHBIX KJIETKaX IJIA3HBIX XU KPBLJIOBBIX MMa-
TMHAJIBHBIX AUCKOB. CIeACTBMEM 3TOTO SIBJISIETCS pa3-
pacraHve MYTaHTHOM TKaHM, KOTOPOE MOXET ObITh
MIpedOTBpaIleHO MoAaBIeHUEM (PYHKIIUY TPAHCKPUII-
nroHHOro ¢akTopa Scalloped B ria3sHBIX AUCKaX WA
CHMXKeHUEeM ypoBHs Yorkie B KpbLJTOBBIX Auckax. B co-
JyeTaHUHU ¢ aKTuBaueil Ras naHHbII MeXaH3M MOXET
CIIOCOOCTBOBATh OBICTPOMY IIPOIPECCUPOBAHMIO OITY-
xonu (Doggett et al., 2011).

21) Bpymb6u ¢ coaBropamu (Brumby et al., 2011)
MPOBEJIM TTIOMCK IeHOB-KOPETYyJISITOpoB Ras-mytu mo
BJIMSTHUIO TUTIEPAKCIIPECCUU HEKOTOPBIX (DAKTOPOB Ha
Ras-3aBrucumyio THUIIEPIUIA3MIO IJ1a3a Ipo3auibl.
brun npeHTMOUIIPOBaHEI clieaylolne reHbl: Racl,
Rho I(ACT), Rhol, RhoGEF2, pbl, rib v east. Bce oHu
KOIUPYIOT OCIKU-PEeTyIITOPHl KIeTOYHOU MOpdo-
JIOTUH.

Pa3BuTue 11aza 3aciaykuBaeT 0co00ro BHUMaHUS,
B CBSI3M C aHANM30M (yHKUMY reHa Dras 1, TIOCKOIbKY
MYTallMM B 3TOM IeHe JaloT (peHOTUMN “TrpyOhle rasza”.

MHUTPOPAHOB u ap.

Ina3 B3pocioil Myxu COCTOUT TIPUMEPHO U3
800 omMmaTuameB. Kaxxablii oMMaTUAMA COCTOUT W3
8 oropenenropHbIX K1eToK (R1—R6 m R8 BHenHME,
R7 — BHyTpeHHUE KJIETKN), 4 KOHYCHBIX, CEKPETHUPY-
IOIIUX JIMH3BI, U 8 JPYruX aKIECCOPHBIX KIIETOK.
B npeamecTtBeHHMKAaX KOHYCHBIX KJIETOK 9KCITPEeCCH-
pyetcs reH sevenless (sev). Eciu KOHCTUTYTUBHO aK-
tuBHas1 popma Rasl (RaslVI12) skcrnpeccupyercs: B
TpyIINe KJIeTOK, SKBUBAJIEHTHBIX R7, ncnosb3ys mpo-
moTop sev (sev-Rasl1V12), To B omMaTuansIx popmMu-
pYIOTCS JIOTIOJIHUTEIbHbIE KOHYCHBIE KIJIETKU. DKC-
npeccus Rasl N17 (mtoMmuHaHTHas1 HeraTuBHas1 popma
Rasl) npuBoouT K (hOpMHUPOBAHNIO MEHBIIIETO YKMCIIA
KOHYCHBIX KJIETOK, YeM OOBIYHO B OMMaTUANM. Biansi-
HUe BapuaHTOB Rasl Ha dopMupoBaHUE KOHYCHBIX
KJIETOK MOJYJIMPYETCS U3MEHEHHUEM JI03bl TeHa B JIO-
Kyce canoe (cno), KOTOpbliA KOAUPYET 1LIUTOIJIa3MaTU -
yeckuid O6enok ¢ Ras-cBs3biBarolleid aKTUBHOCTHIO.
Ycunenue wim ocnabliieHWe 103bl TeHa BJIUSIET Ha Mo~
TeHIIMabHOE aericTBue sev-Ras1 V12, mpuBopsiiee K
3aMETHOWM MHAYKIIMA KOHYCHBIX KjeTOK. CHUKeHUe
Ccno+ aKTUBHOCTU TaKXe YCUJIMBAET NEHCTBUE Sev-
RasIN17, 9ro IpuBOINT K HadbHEHIIEMy CHIDKEHHIO
Yycjla KOHYCHBIX KJIETOK COAEPKAIIMXCS B OMMATH-
nusix. I[lpu orcytcTBUM 3Kcnpeccuu sev-Ras1V12 unm
sev-RasIN17 cBepxmo3za reHa cno+ CIIOCOOCTBYeT
(hopMHUpPOBaHNIO KOHYCHBIX KJIETOK, TOT/IA KaK CyIIe-
CTBEHHOE CHMXXEHUE aKTUBHOCTU CNO+ IMPUBOAUT K
¢dopmupoBaHuio Ha 1—3 KOHYCHBIE KJIETKU MEHBIIIE,
yeM B HopMme. J[omnoHUTEIbHbIE KOHYCHbIE KJIETKH,
BO3HHUKAIOIIIME B pe3yJibTaTe B3auMOICWCTBUS chno U
Ras1V12, reHepupytorcsa u3s myJa HenughepeHInpo-
BaHHBIX KJIETOK, KOTOpble B HOpPME pPa3BUBAIOTCS B
MUTMEHTHbIC KJIETKU WM MOABEPraroTCs aronTo3y
(Matsuo et al., 1997).

PaszButne deHotuna “rpyoble miaza” CBSI3aHO C
kuHa3HbM cynpeccopoM Ras (KSR), Tounas dynk-
st Kotoporo HesicHa. Caepxakcrpeccuss KSR-ku-
Ha3HOTrO JOMEHa B Pa3BUTUU TIJla3a Ipo30duibl 0J10-
KupyeT nuddepeHIMPOBKY (OTOPEeLEeHNTOPHBIX KIle-
TOK M TIpUBOAUT K TpPyOOH CTPYKType TIIa3HBIX
dacetok (Therrien et al., 2000). KneTtouHast nerepmu-
Harust ¢poTopelienTopoB R7 KOHTpOIMpyeTcs peliern-
TopHOI TUpo3uHKHa30i Sevenless (SevRTK) u Rasl1.
AxTuBanus 6eska Sevenless TpedyeTcst IS crieldu-
Kanuu otopenentopoB R7 B riase npo3oduibl. AK-
TuBanms O0enka Rasl gBistieTcd pelmaroimyM paHHUM
COOBITHEM ITyTHU CUTHAJIMHTA U €r0 KOHCTUTYTHMBHASI
aKTHUBaLMs HeoOXoauma JIsi UHIYKIUU BeeX A dek-
TOB AerictBus Sevenless. Eiie onuH reH: e(sev)2B, Ko-
JUPYIOIIMKN OelKoBylO0 cTpykKTypy SH3-SH2-SH3,
TpebyeTcs 1T CUTHAJIMHTA. DTOT OeJIOK CBS3BIBACTCS
in vitro ¢ Sevenless 1 ¢ Son of sevenless (Sos) u yJacTt-
ByeT B aktuBauuu Rasl (Simon et al., 1993; Karim
et al., 1996).

Ras akTuBupyer Kackaa  IpOTEeMH-KUHA3
RAF/MAPKK/MAPK, uto npuBoauT K ¢ochopu-
JINPOBAHHUIO M MOOWMUKAIIUN aKTUBHOCTU TpaH-
CKpUITLIMOHHBIX (pakTopoB Yan u Pointed. KSR pe-
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ryavupyer  IiepeJadyy CUTHajla  4epe3  Kackal
RAF/MAPKK/MAPK, nHnyuupyeT TpaHCKPUITLIAIO
Phyl, XoTOpEIii, AEHCTBYSI COBMECTHO C Sina, CTUMY-
JUpYeT Jerpajalivio pernpeccopa TPaHCKPUIIIIMU
Ttk88 mpu meremuHanmu doropeuentopoB R1, R6 u
R7 (Wassarman, 1995; Wassarman et al., 1997).

KimrogeBas poib 6e1ka Rasl B riepegayue curHana ot
peLienTOPHOM TUPO3MHKUHA3KEI Sevenless (sev) ObLia
MOATBEPXIeHA B BKCIIEPUMEHTAX C TpaHCchopMalueit
Ipo30odua  KOHCTPYKLMEH,  coaepxXalleil  TeH
ras1(V12), Haxoms1IMMCS ITOJI KOHTPOJIEM SeV-IHXaH-
cepa/mpomMoTopa. B HOopMme akTuBalLMs pelenTopa
Sevenless mranmoM Bride-of-sevenless (Boss) B ripen-
ImecTBeHHUKax oroperienntopoB R7 mpuBomuT K nx
noJiHOLIeHHO# auddepeHumnanu. CHUXXEHUE A03bI
redHa Rasl HapyllaeT 3TOT IIpOLIECC W W3 Mpellie-
CTBEHHUMKOB (poTopenienitopoB R7 dpopmmpyrorcs He-
HelipaJibHble KOHYCHBIE KJIeTKU. lumepakcmopeccust
Ras1(V12) B xieTKkax ¢ HeaKTUBHOI (popMoii sevenless
MpUBOAUT K BoccTaHOBIeHUIO ¢eHotuira R7 (Fortini
etal., 1992).

JeTepMuHAIIMS BHEITHUX (OTOPEIIETITOPHBIX
KJIETOK B Pa3BUTUM IJIa3a OIPENeIIsIeTCsI TEHOM Sev-
en-up (svp), KOTOPbIIA U KogupyeT opdhaHHbIN ssaep-
HBII pernenrop ¢ 2 n3odopmamu. Ras Heobxoaum
i1 yHKUMM obeux uzodopMm svp. (Begemann
et al., 1995). ®oropeuenTopnl R8, R2 u R5 nepsbI-
MU HadYMHAIOT HelpallbHyI0 ITH(depeHIINPOBKY B
JIAa3HOM HMAarvuHajJbHOM IHCKe mpo3o¢ribl. Bcee
TPU KJIETKU TPeOYIOT PpyHKIMU TeHa Sfar Ijisl Tipa-
BUJIbHOI cOOpkm omMmatumueB. [lpe3yMOTUBHEIE
kietku R8, R2 u RS nipu yrpare dpynkumm Star He-
CITOCOOHBI K HelipanabHOU I depeHIMPOBKE U THO-
HYT 4yepe3 HecKoyibko YacoB (Heberlein et al., 1993).

benok 14-3-3¢ (hyHKIIMOHMUPYET BO MHOXXECTBE ITy-
Tell OT peLEeNTOPHBIX TUPO3MHKMHA3. Ero ¢yHKImsa
3aKJTI0YaeTCsl B yCUJIEHUM 3(p(PEeKTUBHOCTUA KacKama
Rasl. Y Drosophila B nByx palioHaX reHa, KOOWPYIOIIe-
ro 6enok 14-3-3g, BBISIBIACHBI MYTallMU-CYIIPECCOPHI
deHoTua “TpyObIe TJ1a3a”, BBI3BAHHOIO SKTOITMYEC-
ckoii akcnpeccueit RAS1(V12).

Cpenu uneHoB cemelicTBa 14-3-3 TospKo nBa Oe-
Ka, 14-3-3¢ u 14-3-3&, urparot BaxkHyt0 poJib B Rasl-
CUTHAJIMHTE TIpU (POPMUPOBAHUU (DOTOPELIETITOPOB
r1a3a npo3odwisl (Chang et al., 1997; Dickson, et al.,
1996).

JerepmuHanusa 1 guddepeHIMPOBKa B pa3BUTUN
CJIOKHOTO TJ1a3a Ipo30dniIbl HaunHaeTcs B Mopdore-
HETUYECKOI 60po3/e, B KOTOPOIt KJIIETKM OpraHU30Ba-
HEI B IIpEIKJIaCTEPHL. 3[1€Ch IIPOMCXOANT CUHXPOHU3M -
pOBaHHAsI OCTAaHOBKA KJIETOYHOIO IMKJIA HA CTaaIuU
G1. ITponykT reHa spitz SIBASIETCS CTUMYIUPYIOIINM
(dakTOpOM IIPEIKIIACTEPOB, TPAHCKPHUIIIINAS KOTOPOTO
PE3KO YBEJIMYMBAETCSI B MOP(OreHETUIECKOM 0OpOo3-
ne. Unensl rpymmsl Spitz: (Spitz (Spi), Rhomboid
(Rho) u Star (S)) B3auUMOACICTBYIOT C KOMIIOHEHTaMM
Kackana Ras-curHajgmHra B pa3BUTHUM IJ1a3a U XKUJIOK
kpbuia (Tio et al., 1994).
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PaszButne Bcex (oTopenenTopoB OJIOKMPYETCS
akcrpeccueil Ttk88 1 3TOT Ir'eH SIB/ISIETCSI PEIPecCOPOM
pa3BuTus HelipoHoB. Ttk88 He GmokmpyeT hopMHupo-
BaHUE KJICTOK HCHEMPOHAJILHOTO THUIIA, OTHAKO B ITPO-
TUBOIIOJIOKHOCTh  TPAHCKPUILIMOHHOMY  (baKTOpy
Yan, neiicTByeT Kak oOIIuii pernpeccop auddepeHm-
POBKM B pa3BUBalolIeMcsl TIiady. TakuM oOpazom,
MOXHO IIpearojaraTb, YTo Yan KOHTPOJMPYET OO0liIee
peuieHue K guddepeHLMpoBKe, a Ttk88, oueBumaHO,
JIeicTByeT B OoJiee Imo3gHel ase mpu OJIOKMPOBKE
InddepeHIMPOBKM HepoHOB. Pernpeccupyroiime
apdexTrr Ttk88 1 Yan cmsrdarorcss ¢ MOMOIIBIO IT0-
JAaBJICHUST YPOBHEN 3KCIPECCUU ITUX OEJIKOB B OTBET
Ha curHaiuHr RAS/MARK (Rubin et al., 1997).

IeHn Dras2 He Moxet 3amelatb Drasl B pa3BUTUU
rna3a (Fortini et al., 1992).

SAKITIOYEHUE

Vike U3BeCTHbBIE TaHHBIE CBUIECTEJILCTBYIOT O CJIOXK-
HOM T'€HETUUYECKOM KOHTpOoJie (hOPMUPOBAHUS TJ1a3a y
Drosophila, a Takxe o 3HadyeHUM Dras B IIyTsIX Tiepe-
Jayy curHaioB. O BaXKHOU poJid TE€HOB ras ISl pa3BU-
TUSI CBUZIETEJILCTBYET U CTETIEHb UX yYaCTUSI B POLIeC-
cax geTepMuHaluu u auddepeHuupoBku. 1o cyie-
CTBY, (DYHKUMOHANBHBIII aHamu3 reHa Drasl y
JIp0o30( 11 HavajICcs TOJIBbKO B rociaeanue 10—15 net.

Dras1, HecMOTps Ha CBOIO KOHCEPBAaTUBHOCTh, 00-
JJagaeT HEKOTOpou BMAOCHEHM(PUYIHON H3MESHYUBO-
CTBIO Y BUIOB-IBOMHUKOB Ipymmnbl D. virilis (YekyHoBa
u ap., 2008). IIpeacTouT mpoBecTH OOJIBIITYIO IKCIIE-
PUMEHTAJIBLHYIO paboTy IO aHAU3y MPUYNH U3MEH-
YUBOCTU Y BUAOB-IBOMHUKOB U MTPUUMH €€ BUAOCTIEe-
mudnaHoctu. IlepBoouepenHoli 3amaueii, KOHEYHO,
OyZAeT BbISICHEHUE Bcex B3auMoaencTBuii Dras i ¢ npy-
TMMU TeHaMH, Y9aCTBYIOIIUMU B TTpolieccax JeTePMMU-
Hauuu 1 auddepeHIMPOBKA OPraHOB 1 TKaHEH Apo-
30pmibl. Takasg pabora yke (aKTHUeCKM Hadajiach
(Brumby et al., 2011). OueBunHo, reH Drasl sBisieTcs
OJIHMM M3 JIPEBHEUILIUNX PETYISITOPOB, KOTOPBIM y4acT-
BYET BO BCeX IMpolieccax AeTepMUHALIMK U fuddepeH-
L1poBKU. B HacTostiiee BpeMsl pellieH elle OAUH BaxK-
HBIIA BOITPOC OTHOCUTEIHLHO 3HAYECHUS UCCIIeTOBAHMIA
Ha Drosophila. MoXHO J1 MCNIOJIb30BaTh UCCIEN0Ba-
HUS TYMOpPOTeHe3a y Ipo30(MuII IJIST BRISIBICHUS MeXa-
HU3MOB OHKOreHe3a y 4ejioBeka? Kak mokazaHo BO
MHOTHUX CPaBHUTEIbHBIX UCCICAOBAHUSIX, MPOLECCHI
OITyxoyieo0pa3oBaHUsl y 4eJoBeka M ApO030GhUIIbI
BITOJTHE COMIOCTaBUMBI, [IOCKOJIBKY MHOTHE 3JIEMEHTHI
KacKaJloB Mepenauyu CUrHaiaoB y Drosophila n maeko-
MUTAIOIINX BBICOKO KOHcepBatuBHBI (Brymly et al.,
2003). Jlaxke HeMmoJHbIM CcNUCOK (GyHKIM Drasl,
NpUBeACHHEIN B paznene “Ponb B pazBuTum apo3odu-
JIBI” , CBUIETEITLCTBYET O MHOTOOOPa3UH IIPOIIECCOB, B
KOTOPBIX y4YacTBYyeT OAHHBIM T€H, WM pa3zHOOOpazuu
CBSI3eli, KOTOpBIE OH 00pa3yeT C IPYrMMU Y4aCTHUKA-
MU KacKajoB, KOHTPOJIUPYIOLINMHU Pa3BUTHE.
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Abstract— Ras genes were first identified in the 1960s as transforming oncogenes that caused tumors in rats
infected with Harvey and Kirsten sarcoma viruses (Ha-ras and Ki-ras oncogenes, accordingly). Subsequently,
transforming ras genes were found in human cancer cells. Further investigations of neuroblastoma cells re-
sulted in the finding of the third ras gene in the human, which was called N-ras. Ras gene products play an
important role in the processes of cellular proliferation and differentiation and are controlled by receptor ty-
rosine kinases. Using drosophila as a model object allowed us to perform a successful genetic analysis while
studying the functions of ras genes. Three polytene chromosome bands were detected in D. melanogaster with
the help of the v-Ha ras sampling. According to Bridges’ map, all three bands (Drasl, Dras2, Dras3) were
mapped to regions 85D, 64B, and 62B of chromosome 3. Among them, only Dras 1 has a common origin with
ras genes of mammals. Although there are numerous investigations of the role played by ras genes in the de-
velopment of insects, this problem is still not fully understood. The importance of ras gene variations in the
course of the evolutionary process has been insufficiently studied as well. Currently, Ras target proteins are
actively identified, their signal pathways, as well as effects of influencing these pathways in the drosophila tis-
sues, are studied in the cells of yeast and mammals. The main functions of Ras protein is in the signaling path-
ways controlling mutations during drosophila’s morphogenesis and the connections of ras gene with pheno-
typic symptoms of tumors.

Keywords: Ras family proteins, ras genes, ontogenesis, Drosophila
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YCTAHOBJIEHUE JIEBO-ITPABOI1 BUCHIEPAJIbHOM ACUMMETPUU
Y MUIEKOIINTAIOIIINX: POJIb BUEHNA PECHUYEK
N JIEBOCTOPOHHEI'O TOKA KNAKOCTHU B OBJIACTU
I'EH3EHOBCKOI'O Y3EJKA
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B xone MHAWBYIYaTLHOTO Pa3BUTUS TO3BOHOYHBIX MTOCIEIOBATEbHO YCTAaHABIMBAIOTCS TIepeaHe-3aIHSIs,
JIOPCO-BEeHTpaJbHAs U JIEBO-TIpaBasi OCH Tejia. XOTs TIPeACTaBUTEIN MO3BOHOYHBIX OUJIaTepaIbHO-CUM-
METPUYHBI CHAPYXXU, UX BHYTPEHHEE CTPOEHUE aCUMMETPpUYHO. OCcOoObIit MHTEPEC MPEICTaBIISIET N3yYeHUE
poliecca yCTaHOBJICHUSI BUCLIEPATIbHO JIEBO-TIPABOI aCUMMETPUM Y MJIEKOTTUTAIOIINX, TAK KaK OHO UMe-
€T, TOMUMO (PyHIaMEeHTaIbHOTO, U NMPUKIATHOe MeAUIIMHCKOe 3HaueHre. Eiie B 1976 roay ObLI0 BHIIBU-
HYTO TMPEATNOJI0XEHNE O BO3MOXHON CBS3M MeXIy OMeHUEM peCHUYEK U YCTAaHOBJIEHHEM JIeBO-IPaBoOit
acUMMETPHU Y MJIEKOTIUTAIOIINX. B HacTos1Iee BpeMst OOIBIITMHCTBO MCciieqoBaTeseil MpUu3HaeT, 4To Ou-
€HUE peCHUYEK B 00J1aCTH TeH3EHOBCKOTO y3eJIKa U TOPOXKIaeMblii 3TUM OMEHUEM JIeBOCTOPOHHUIA JJaMU -
HapHBIN TOK KUJIKOCTH UTPAIOT BEAYIILYIO POJIb B TTIOTEpe OMIaTepaTbHOM CUMMETPUH U 3aITyCKe 9KCIIpeC-
CUU T€HOB crnieliM(UYECKOro ISl JIEBOU CTOPOHBI 9MOpHOHA curHaiabHoro Kackana Nodal-Ptx2. Konkpert-
HBIE MEXaHW3M 3TOTO SBJICHUS K HACTOSIIEMY BpPEeMEHM He MOHSIT M0 KoHa. CylIecTBYIOT TpH
KOHKYPMPYIOIIUX B3IJIsIIa HA TO, KaK IEBOCTOPOHHUM TOK XKUAKOCTHA MHAYLIMPYET SKCITPECCUIO psiia TeHOB
B JIEBOI CTOPOHE Tejia SMOpHoHa. [HmnoTe3a rpagueHTa MopdoreHa mocTyJIMpPyeT, YTO JJEBOCTOPOHHUIA TOK
CO3/1aeT BBICOKYIO KOHIIEHTPALIMIO CUTHAJIbHON OMOMOJIEKYJIbI B JIEBOI YaCTU F€H3€HOBCKOTO y3eJ1Ka, uTo,
B CBOIO OYepellb, CTUMYJIMPYET 3allyCK dKcrnpeccuu reHoB Kackama Nodal-Ptx2. buomexannueckast ruro-
Te3a (MU “MOozeb ABYX TUTIOB PECHUYEK ) IIACUT, YTO HETTOABUXKHbBIC PECHUUKU, PACIIOJIOKEHHBIE TT0 TIe-
pudepn TeH3eHOBCKOTO y3eiKa, paboTaloT KaK MEXaHOCEHCOPBI, aKTUBUPYIOT MEXaHOUYBCTBUTEJIbHBIE
MOHHBIC KaHAJIbl 1 3aITyCKalOT MPOLIECCHl KaJblIMeBOW CUTHAIM3AlIMU B JIEBOI YacTH Tesia sMOpuoHa. Ha-
KOHell, “JeJIJHOYHas MOIIeJIb” YTBEePXKIaeT, YTO JICBOCTOPOHHUM TOK KUIKOCTHU TTIEPEHOCUT JIMTTUIHBIC Be-
3UKYJIbI, KOTOPbIC pa30UBalOTCS MPU CTOJIKHOBEHUU C HEMOABUKHBIMU pECHUYKAMU Tepudepun reHse-
HOBCKOTO y3€JIKa ¥ BBICBOOOXKIAIOT HAXOMSIINECS BHYTPU CUTHAJIbHbIE GMOMOJIEKYbI. [IpruMedaTelbHO
TakXe, UYTO 3a MOCJeAHUE IObl CBSI3b OMEHUSI pECHUYEK U YCTAHOBJICHUS aCUMMETPUU OTKPBITA TAKXKE Y
MpeacTaBUTENIe HU3IINX MTO3BOHOYHBIX. B TaHHOI cTaThe aBTOP pacCMaTpUBAET 3BOJIOLUIO TIPEICTaBIIe-
HUI O MEXaHU3Max YCTAaHOBJIEHUS JIEBO-TIPaBOil BUCLIEPAIbHOM aCUMMETPHUM MJIEKOMMUTAIOIMX ¢ 1976 ro-
J1a TI0 HacTosIIee BpeMsl 1 KPUTUIECKHU TTepeOCMBICIMBAET COBPEMEHHBIE TIPEJACTaBICHUS B 3TOM 061acTH
Hayku. [To MHeHUIO aBTOpA, B TTOCAEIHUE TOJbI OJIYYEHbBI CEPhe3HBIC aPTYMEHTHI B IMOJIb3y OMOMeXaHuYe-
CKOW TUTIOTE3bl YCTAHOBJICHUS JIEBO-TTPABON aCUMMETPUU MJICKOTTUTAIOIINX.

Knrouesvie crosa: neBo-TipaBasi aCUMMETPUST, MOP(MOTEHE3, MBIITb, PECHUYKU, IMOPUOJIOTUST MIIEKOTTUTA-
oiux, 6uomexanuka, Nodal, Ptx2, Lefty-1, Lefty-2.

DOI: 10.7868/S0475145013050030

IINTAH CTPOEHHMA TEJIA ITO3BOHOYHbIX
N JTEBO-ITPABASA ACUMMETPUA

VcraHoB/IEHME TPEXMEPHOIO IUIaHA CTPOEHUS U
crieunGUKaINU CyabObl 3apOABILIEBLIX TKAHEH OT-
HOCUTEJIBHO TPEX OPTOrOHAJIBHBIX OCEM B XO/IE dM-
OpPHMOHAJILHOTO Pa3BUTHUS XWUBOTHBIX TpeOyeT 4eT-
KOI'O COIVIACOBAaHMSI MHOXKECTBa OMOJIOTMYECKUX U
OMOXMMUYECKMX MPOLECCOB HAa pa3HbIX YPOBHSX
OpraHm3aluy — OT MOJIEKYJIIPHOTO 10 MaKpoMOpdo-
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Jjorndyeckoro. B xome MHAWBUAYaTbHOTO pPa3BUTHS
TMTO3BOHOYHBIX JKMBOTHBIX TTOCJIEIOBATEIBHO YCTAHAB-
JIUBAIOTCSI TIepedHEe-3aaHsIsI, JOpPCO-BEeHTpaJbHas M
JIEBO-TIpaBasi OCH.

XO0oTs BHEIIHE TTO3BOHOYHBIC KMBOTHBIC OMIaTe-
pPaabHO-CUMMETPUYHEI, B X BHYTPEHHEM CTPOCHUU
MPUCYTCTBYET JeBo-IpaBasi acummeTpusi (Neville,
1976; Levin, 2005; Raya, Belmonte, 2006; Norris,
2012), MHOTME BHYTPEHHHE OpraHbl Y MO3BOHOYHBIX
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XKUBOTHBIX MMEIOT aCUMMETPUYHOE CTPOECHUE WU
pacroyioxeHnue. Eciy roBopuTh 0 MJIEKOITUTAOIINX,
TO C JIEBOI CTOPOHBI Y MPEACTABUTEIENA 3TOM IPYIIIILI
IMO3BOHOYHBIX CEPJLE, XEJIYIOK, IOIKEIyI0YHast
KeJle3a, ceJe3eHKa, C TIPaBoil — MeYeHb W KETYHBII
Mny3bIpb. Jlerkue y MIIEKOIMUTAIONINX MMEIOT acuM-
METPUYHOE CTPOEHME, B YACTHOCTH, B CJTy4ae MBIIIN
ofHa OoJbllast A0S JIETKUX PacIoiOXeHa B JIEBOM
CTOpPOHE TeJla U YEThIpe MaJIEHbKMX JOJU B IIPaBOi
(Kaufman, Bard, 1999).

[MpyHIUIIEI YCTAHOBJIEHUST JIEBO-TIPABOM acUM-
METPUM CXOIHBI I BCEX TPYII XOPHOBBIX, XOTS
KOHKpETHbIe JeTald acMMMETPUYHOCTU OpraHoOB
MOTYT OTIn4YaThes. [IpuMedaTesbHO TakKkKe, YTO IS
HOPMAaJILHBIX MPeACTaBUTEeil TOTO WJIM MHOTO BUIA
JIEBO-TIpaBasi aCUMMETPUS YCTAHABIUBAETCS B OIpe-
nmeneHHoi opmeHTanu (Neville, 1976). ®eHomeH
JIEBO-TIPABOI ACUMMETPHUH BBI3bIBAET MHOT'O BOIIPO-
coB (Neville, 1976; Mercola, 2003; Levin, 2004;
Levin, 2005). Kak mmopoxmnaeTcss aCHMMETPUs B XO1e
SMOpPUOHAILHOTO pa3BUTUA? 3adueM OHa BOOOIIE
HyxHa? Korma oHa nosisisiercs B aBosonuun? Cs3a-
Ha JIU KaK-To MoposiorTndeckasi JIeBo-TpaBasi aCuM-
METPUS C XUPAJIBHOM acCUMMETPHEil OMOTOTUYECKUX
Mosiekysl (Pasteur, 1948)? KakoBbl MOJEKYJISIpHBIC
MEXaHU3MBI YCTAHOBJICHUS JICBO-IPABOl aCUMMeET-
puu? (Burdine, Schier, 2000; Mercola, Levin, 2001;
Norris, 2012). ITouemy JieBo-nipaBast aCUMMETPUSI Cy-
IIECTBYET y TAKOTO OOJIBIIIOTO YMC/IAa Pa3HBIX TPYIII
opranusmoB? [loueMy B TIpUPOMHON NOMYISLINU
BCTpeYaeTCsl OAUH U3 aCUMMETPUYHBIX BAPUAHTOB, a
He 0o6a BapuaHTa B oTHowmeHun 50% Ha 50%? Benb
ropasuo Mmpolle MpeacTaBUTh MEXaHU3M YCTaHOBJIC-
HUSI aCUMMETPUM CO CYyYailHBIM COOTHOILIEHUEM JIe-
BO- U IIPaBO-CTOPOHHEN OPUEHTALIMA OPTAHOB, HO B
MpUpoJe 3TO He Tak. HacKobKo BeJIMKa pojib TeHOB
B GOpMOOOPA30BAaHNN CIIOKHOYCTPOCHHBIX OPTaHOB,
TaKUX Kak, HalpuMep, cepilie U Kakylo pojib B 3TOM
npoliecce UrparmT onodpusndeckue PakTopbl — Ha-
npumMep, reMoIuHaMuKa?

OCO0E€HHO BaXXHO IIOHSITh YCTAHOBJICHHE JIEBO-
IPaBOM BUCLIEPATIBHOM ACUMMETPUU Y MJIICKOITUTAIO-
mux u 4yeinoBeka (Mercola, 2003; Hamada, 2002).
ITomuMo pyHIAMEHTAILHOTO, N3y4YeHNUE YCTAHOBJIC-
HUS JIEBO-IIPABOM aCMMMETPUM Y MJIEKOIIUTAIOIINX
MMeEET 1 BaXKHOE TIPUKJIATHOE 3HaYeHUE — CPEaU JII0-
JIeii BCTpEYalOTCs MPEACTAaBUTEIM C aHOMAaIUSIMU
yCTaHOBJIEHUsI JieBo-TipaBoii acummerpum (Levin,
2004; Cassey, Hacket, 2000). AHOMaInu B YyCTAaHOB-
JIEHUM JICBO-IIPABOM BUCLEPAIbHONU aCUMMETPUN
BCTpeYarTcsi IpuMepHO y ogHoro Ha 8000 HOBOpOXK-
JIEHHBIX.

Situs inversus BcTpeyaeTcss mpuMepHO y 1 HOBO-
poxaeHHoro u3 20000 (Burn, 1991). I[1pu 3T0i1 aHO-
MaJIUU TIPOVMCXOAMUT IOJTHAST MHBEPCUST BHYTPEHHUX
OpraHOB OTHOCHUTEJIBHO TIepemHe-3amHeit ocu. Ilo-
CKOJIbKY MHBEPCHSI OPraHOB B TAHHOM cJiydae abco-

EPMAKOB

JIIOTHas, TO UX paboTa CKOOPAMHUPOBAHA, U ypOHa
310POBbsI TaKasi aHoMasusl He HaHocuT. CKopee Bce-
ro, OlieHKa BCTpeyaeMocTH Situs inversus y yesoBeka
3aHMWXKEHa, TaK KaK 4acTb JIoAei ¢ TAKMM CHUMIITO-
MOM H€ BbISIBJISIETCSI MeIUMKaMU. [Ipyrue TUmnbl aHO-
MaJIuii, TaKMe KaK M30Mepu3M (MOTeps aCUMMET-
puun), UHBEPCHS OTIEbHBIX OPTAHOB U TeTePOTaAKCUST
(ToTeps1 CorjlacoBaHHOCTHU OPTraHOB) YACTO ITPUBOISIT
K CepbE3HBIM OCJIOXKHEHUSIM 30POBbSI.

NCTOPHA BOITPOCA.
I'MITOTE3A bPAYHA U BOJIBITEPTA

B navane 1990x BpayH u BoabnepT BbIABUHYIU
TEOPETUUECKYIO MOJIE/b, OOBSICHSIONIYIO YCTAHOBIIE-
HUE JIeBO-TIPABOM aCUMMETPHUHN Y MJICKOITUTAIOIINX.
CoracHO 3TOi MOJIE/IN, YCTAHOBJIEHUE aCUMMETPUH
BKJTIOYAET B ce0sl TpU KITIOUEBBIX Mporiecca: 1) KOH-
BEPCHUIO, TIEPEBOJISIIYI0O ACUMMETPUIO MOJIEKYT B
ACUMMETPUIO Ha KJIETOYHOM M MHOTOKIJIETOYHOM
YpPOBHE; 2) paHOAOMM3ALMIO UJIN CIIydYaifHOE ITOPOK-
IeHUe acUMMETpUU (aCUMMETpUsT Ha KJIETOYHOM M
HaJIKJIETOYHOM YPOBHE) U 3) MHTEPIIPETALIMIO, B XOIE
KOTOpOI KJIETKM M OpraHbl pacro3HaloT MHpopmMa-
IIMI0 O CUMMETPUYHOCTA U B COOTBETCTBUU C ITUM
pa3BuBaloTCsl MOpdoJiornyeckue cTpykTypbl (Brown,
Wolpert, 1990).

bpayn u BonbrnepT ucxoannu u3 mpocToi mpes-
TMIOCBUIKU — €CJIU YK€ ONPEIEJIEHBI 1OPCO-BEHTPAIb-
Has U nepeaHe-3aqHss OCU, TO JIEBO-IIpaBas OCh 3a-
JnaHa apromatudecku. M3 aToro ciieayer Takxe, uTo,
€CJIM OJTHA U3 3TUX OCel OyAeT MHBEPTUPOBaHa, TO U
JIeBO-TIpaBasi OCb OyJeT WMHBEPTUPOBAHA. YUeHbIE
MPEATOJOXWIN, YTO NOJKHA CYIIECTBOBATH aCUM-
METPUYHASI MOJIEKYJIa, KOTOPasi OPUECHTUPYETCS T10
OTHOILIEHUIO K NOPCO-BEHTPAJIbHOU U MEepeaHe-3al-
HEUW OCH, M KOTOpasl y4acCTBYET B ICTEPMUHALIAY JiE-
Bo-TmpaBoii ocu. C Ipyroii CTOpoHbI, K Havany 1990x
U3BECTHO OBLIO yXKE O CYIIECTBOBAHUU MYTALIUU iV Y
MBILIEH, TIPU KOTOPOW WHBEPTUPOBAHUE JIEBO-IIpa-
BO#t acuMMeTpuM mpoucxoaut B 50% cirydaeB, 4To
HATOJIKHYJIO aBTOPOB HA MBIC/Ib O CYIIIECTBOBaHUU
MEXaHW3Ma CIIyYalHOW TeHEpalu aCUMMETPUM HA
KJIETOYHOM Y HAAKJIETOYHOM YPOBHSIX.

Konsepcust (conversion). ABTOpbI BBIIBUHYJIN TH-
MoTe3y O MeXaHU3Me, MEPEeBOMSIIEM acUMMETPUIO
MOJICKYJT B Pa3INUMsI B pacIipeie]IeHUN OIpeaeacH-
HBIX BEIIECTB B JIEBO# U MpaBoii ctopoHe Tena. Co-
TJIACHO 3TOM TUTIOTE3e, JOJIKHA CYIIIECTBOBATh AaCUM-
MeTpUYHasl MOJIEKYJia, CITIOCOOHAsI OpUEHTUPOBATHCS
OIIpesieICHHBIM 00pa3oM OTHOCUTEIBHO YXKe CYIIe-
CTBYIOIIIMX YCTAaHOBUBIIMXCST oceil. HarsimHo mosic-
HUTh 3TO MOXHO TaK: IPeACTaBUM ceOe MOJIEKYJTy B
¢dopme maTuHCcKoM OykBbI F, KoTOpas obiamaeT mmpo-
CTPaHCTBEHHOM acuMMeTpueit (puc. 1a).

Terteps npeacTaBuM cede 3apoabIlll B BUAE IIacTa
KJIETOK, B KOTOPOM y3K€ YCTAaHOBUJIVCH ITepeIHE3aTHSIST
OCb, IOPCOBEHTpaJIbHAsI OCh M OwiaTrepajibHasi CUM-
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Konuenrpauust MmopgoreHa
Ocb Tena

JleBas ctopoHa I1paBas ctopona

[MosoxeHue B sMOpUOHE

(6) PangomMuzupoBaHHOE
MOPOXKICHUE aCCUMETPUU

Puc. 1. Monens bpayna—Bosnbiiepra. (a) MexaHu3M KOHBEPCHU. 3apObIII ITPEACTABICH COCTOSIIIIMM M3 OHOIO CJI0S KJIETOK.
Vike ycTaHOBWIKCH TIepeIHe-3aIHsIsI U IOpCcO-BeHTpaabHast ocu. [Ipearnonaoxum, uto F-obpa3Hast MosieKy/ia 06J1agaeT crepeo-
U30MepHreil 1 OpUEHTUPYETCSI OTpeaeIeHHBIM 00pa3oM OTHOCUTENbHO 3TUX oceil. Pactipenenenue F-o0pa3Hbix MosieKys 3a-
JIacT JIEBO-TIPaBYI0 aCUMMETPUIO, TaK KaK UX OPUEHTALIUS C JIEBOI CTOPOHBI HE SIBJISIETCS] 3epKaJIbHBIM OTPaXKEHUEM OpUEeHTAa-
LIMY MOJIEKYJI C IIPaBOil CTOPOHBI. Eci opueHTalust TAKUX MOJIEKYJT MOXET BJIMSITh Ha HAallpaBjieHe MOJIEKYJIIPHOTO TpaHC-
nopTa, TO TaKOW TPaHCIIOPT OyIeT OpUEHTUPOBAH B HANpaBJIeHWM K TepemHe-3aJHell OCU Ha OJHOI CTOPOHE Tejia U OT
nepenHe-3aiHeN OCU Ha Ipyroit ctopoHe. (6) MexaHu3M paHIOMU3UPOBAHHOTO MOPOXAeHUsI acumMMeTpuu. [IpencraBum rpa-
JNHEeHT MopdoreHa BIOJIb JIEBO-TIPAaBOM OCU, 00pa3yIOLIMIICS IO peaKLIMOHHO-I1bbY3noOHHOMY MexaHu3My. Eciiu Takoit rpa-
IMEHT TepeceKaeT NnepeaHe-3aaHIo OCh TeJla, TO KOHLEHTpauus MopdoreHa Ha OJHOI U3 CTOPOH OYyIeT BbIllIe, YeM Ha Ipy-
rOii, TO €CTh, BOBHMKAET HEAKBUBAJICHTHOCTD JICBOM U MPaBoOii CTOPOH 3aposbiiia. [1pyu HeGONbIIMX OTKJIOHEHUSIX B HAYaIb-
HBIX YCJIOBUSIX PEaKIIMM HAIlpaBJIeHWE TPaIMEHTa MOXET MEHSTHCS Ha MPOTUBOMOJIOXHOE. DTO 3HAYUT, UTO MOPOXKICHUE
aCMMMETPUHM B TAKOU CUCTEME B 3HAUMTEILHOM CTETIEHU CiTyJaliHOe (paHIoOMU3MpoBaHHOe). OMHAKO HallpaBJIeHWE TpaaieHTa

MopdoreHa MOXeT ObITh CKOPPEKTUPOBAHO C TTOMOIIIBIO MEXaHU3Ma KOHBEPCHU.

meTpusi. KieTku ornpeneieHHBIM 00pa3oM MOJIsSIpU30-
BaHBI MO OTHOIIEHUU K cpefaHel muuuu. [Ipenmnosno-
1M, uto F-00pa3Hast MoJieKysia OpueHTUPYETCsI OTIpe-
JIeJICHHBIM 00pa30M IO OTHOIICHUIO K IIepeaHe3aaHel
U JOPCOBEHTPAJIBHOI ocsiM. B pealbHOCTH Takoe MO-
XeT ObITh, HAIlpMMEp, €CJIM OIpPEIC/ICHHbIIA y4aCTOK
MOJIEKYJIbI BCTpauBaeTcsl B MeMOpaHy KJIETOK C BEeH-
TPaJIbHOI CTOPOHBI, ¥, KPOME TOTO, Y MOJIEKYJIbI €CTh
JIOMEH, KOTOPBII CBSI3BIBACTCS ¢ (prOpMITIIaMu, OpUCH-
TUPOBAHHBLIMU B IIepeIHE-3aIHEM HaIPaBICHUN.

B aToM citygae GuiaTepasibHasi CHMMETPHS 10 OT-
HOIIEHUIO K LIEHTPaJIbHOI OCU Ha YPOBHE OpUEHTa-
LM TAKUX MOJIEKYJI TEPSIETCSI. ACUMMETPUYHASI OpU-
eHTauusi F-o0pa3HBIX MOJIEKYJ MOXET 3aTeéM CHpPO-
BOLIMPOBaTb M3MEHEHUSI B OUOXMMMYECKUX U
(GU3NOI0rMIEeCcKX MpolLeccax — HalpuMep, Harpa-
BUTH TPAHCITIOPT MOJIEKYJI B CTOPOHY CpeAHE IMHUMN
Ha OJHOU U3 CTOPOH TeJia U OT CpeAHEN JIMHUM — Ha
Ipyroif cTopoHe. ABTOPHI Ha3BaJIM TAKOUM TMITOTETH -
YEeCKU MEXaHW3M MOTepUu OMTaTepaIbHO CUMMET-
P KOHBEPCUECH.

PangomMu3upoBaHHOe MOPOKIEHHE ACHMMETPHH
(random generation of asymmetry). B Toii ke cTaTbe

OHTOT'EHE3 TomM 44 Ne5 2013

(Brown, Wolpert, 1990) aBTOpbI IPEATONOXUIN, YTO
KOHEYHBIM HMTOTOM ITOTEPM CUMMETPUU TOJKHO
OBITh pa3juMyre B paclpele]eHUN OIpeaeTeHHBIX
XMMUYECKUX BEILIECTB MEXY JIEBOU 1 TTpaBOi CTOPO-
Hamu Tena. bpayH m BosbriepT nmpuMeHWIN BbIABHU-
HYTYyI0O B OTHOIIEHUM MopdoreHeza apo30dUIbI
B 1970x KaydpmaHoMm umeio rpammeHTta MopcgoreHa
(Kauffman et al., 1978). Ecnu Takoii rpaaueHT pac-
MPeneTUTCS BOOJb JIEBO-TIPAaBOM OCH U TIepecedeT
OoCh OuJiaTepajbHON CMMMETPUHU, TO 3apOJbIII pa3-
OMBaeTCs Ha ABE 30HBI — C BEICOKUM YPOBHEM MOpP-
(boreHa (ogHa U3 CTOPOH) U C HU3KUM YpOBHEM (TIpO-
THUBOIOJIOXHAs CTOpOHA) (puc. 10).

BreI60p TOTO, HAa KAKOM MMEHHO CTOPOHE KOHIIEH-
Tpauus OyJeT BbICOKasi, a Ha KaKO — HU3Kasl, B Ta-
Kot Monenu ciaydyaeH. OnHako, HeOoJblllas CTeneHb
acCMMMETPUHN, BO3HUKIIIAS B Pe3yJibTaTe KOHBEPCUH,
MOXET MOCIYXXUTh TPUTTEPOM 151 MPABUIbHON OpU-
EHTAllMM YCTAaHOBJICHUS JIEBO-IIPABOTO TpaaveHTa
MopdoreHa.

HNurepnperanus (interpretation). MHTeprnpeTanu-
el bpayH u BoJibIiepT Ha3bIBaIOT MPOLIECC, B X0 KO-
TOPOTO KJIETKU MEHSIOT CBOM CBOMCTBA B 3aBUCHUMO-
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CTH OT nToaydeHHo# nHdopManuu. ITocne Toro, Kkak
YCTaHaBJIMBAIOTCS PA3IUYUSI MEXIY JIEBOU U MPaBOi
CTOPOHOUW HA MOJEKYISIPHOM yPOBHE, HAUYMHAETCS
npoiecc ¢GopMUPOBaHUS pa3INYMil HA YPOBHE MOP-
¢donorun. CTOpOHBI ToJlydyaTcs pa3HbIMU, OIHAKO,
Kak cuuTanu bpayH u Bonbrept, Hellb3s1 B TAKOM CITy-
4ae TOBOPUTH O JOMWHUPOBAHUU OIHOW CTOPOHBI
HaJ APYTOM.

Mogemp Bpayna—BoJbnepra u BIMsAHHE T'€HOB HA
yCTaHOBJIEHHE JIeBO-NPaBoii acumMeTpun. Hekotopbie
aBTOPbI CTAaBUJIU MOJA COMHEHUE YTBEpXKIAEHHUE, UTO
Te€HbI MOTYT HEMOCPEJCTBEHHO BJIUSITh HA YCTAHOBJIE-
HUeE JIeBO-IIpaBoii acummMmeTpuu Tejia (Morgan, 1977;
Morgan, Corballis, 1978).

bpayH u Bosbnep cuutanu, 4To Takoe BIUSTHUE
MOXET OCYIIECTBISATLCS Ha ypOBHE KOHBepcuu. Eciu
MpeacTaBUTh cebe Ba M30MEPUUYSCKMX BapuaHTa
F-006pa3Hoii MoJieKyJibl, KOTOpbI€ MO-pPa3HOMY OpU-
EHTHUPYIOTCSI OTHOCUTENILHO TIepeAHe-3aIHeNl OCU, TO
MBI IOJTyYUM “TIEpeBOpaYMBaHMs KOHBEPCUN U U3-
MEHEHUE JIeBO-MPaBOil aCUMMETPUM Ha TTPOTUBOITO-
JIoxkHyto. bojiee BeposiTHa MyTailvsi, B XO/i€ KOTOPOi
dyHkIims 6enka (F-obpa3Hoit MoeKybl) TepsieTcs. B
TaKOM cJly4ae cjielyeT OKUIaTh paHAOMU3ALIUIO B yCTa-
HOBJICHUY CUMMETPHUH (TO €CTb 00a BApMaHTa B PaBHbBIX
COOTHOIIEHMUSIX) JIMOO OTCYTCTBUE ACUMMETPUU.

[eHbl MOTyT BO3IECTBOBATbH HA 3TOT MPOLIECC
TakXe Ha YPOBHE MHTEPIIPETALlMA U PAaHIOMU3UPO-
BaAaHHOTO MOPOXAEHUsI acuMMeTpun. OUeHb TPYAHO
MpPEeACTaBUTh, OAHAKO, YTO F€HETUUECKUE Hapylle-
HUSI Ha YPOBHE MHTEPIIpETallMU TIPUBEIYT K MOTHO-
My nepeBopaynBaHuIo acuMMeTpun. CKopee B TaKMX
cITydasix cJeayeT OKUIATh Pa3IUdHbIC TUTTBLI HApYyIIIe-
HU#l B yCTAaHOBJIEHUU acUMMeTpuu. B ciayyae Hapy-
LIIEHUS MEXaHW3Ma PaHIOMU3UPOBAHHOTO IMTOPOXKIE-
HUSI aCUMMETPUU BO3MOXHO OTCYTCTBHE acMMMeET-
pyUM TMOO paHIOMU3ALNS ACUMMETPHUH.

OTAIIbl YCTAHOBJIIEHWA
JIEBO-ITPABON ACUMMETPUHA V MBbIIIN.
IMPUHILIUIIMAJIBHAA CXEMA

Meib (Mus musculus) — OCHOBHOIT MOAEIbHBIN
OOBEKT TSI U3YYEHUS] paHHUX MPOoLeccoB (popMUpo-
BaHUS JIEBO-MPAaBOii BUCLIEPATIBHONW aCUMMETPUU Yy
MieKonuTaronmx. B xone aMOprMOHAILHOTO pa3BU-
TUSI MBILLIU JIEBO-TIpaBasi aCUMMETpPHUS YCTaHABJIMBA-
eTcs mMpuMepHOo Ha ctaauu §8.25 dpc (IHei MHIUBU-
JiyaabHOTO pa3BuTus). Ha aToii crannu 3apobliil Bbl-
risiauT ripocTo (Norris, 2012): mepeaHsist 4acThb € yKe
0003HaYEeHHBIMU FOJIOBOM U 3a4aTKOM cepilia, Jajiee
WJET CPEeIHSS YacTh ¢ O(pOPMUBIIEHCS XOPAOU U 3a/1-
HsIS1 4acTh, 3aKaHUMBaloOIIasiCs CTPYKTYpOi Mo Ha-
3BaHMEM TE€H3€HOBCKUI y3enok. Ilo ctopoHam oT
CpellHel JTMHUU TeJla, BAOJb KOTOPO#l MPOTSHYJIACh
XOpJla, pacriojliaraloTcs CTPYKTYpPbl MapakCUalbHOM
Me30/IepMbl — OJIMKE K XOpAe COMUTHI (M3 HUX pa3o-
BBIOTCSI [IOTOM MBIIIIIIbI, KOCTH W JIepMajibHasl 4acTb

EPMAKOB

KOXW), a BIOJb KpaeB MAET Me301epMa OOKOBBIX
IJIACTUHOK, KOTOpasl BKJIIOYMTCSI B COCTaB ITapHBIX
BHYTPEHHUX OPraHOB (TaKUX KakK, Hampumep, Mmod-
ku). Hag Me3omepMaabHBIMU CTPYKTYPAMHU PACIIONO-
JKeHa 9KToAepMa, a ToJ HUMU — SHI0oAepMA.

CunibHO OrpyoJisia cUTyalldio, MOXKHO CKa3aTh,
9TO MPOLECC YCTAHOBJICHMS JIEBO-TIPABOil aCUMMET-
pYH OCYLIECTBIISIETCS, 110 KpallHEW MEpe, B iBa ATara
(Hamada et al., 2002; Shiratori, Hamada, 2006; Nor-
ris, 2012): cHavana (mpuMepHoO Ha ctaausx 7.5—8.25
dpc) mpoucxoauT IOTepsl OMIaTepalbHOM CUMMET-
PUU 1 TIOPOXKIAETCs JIeBO-TITpaBasi aCUMMETpPUsI, a 3a-
TeM BKJIIOYAIOTCS KacKaj I'€HOB C aCMMMETPUYHOM
9KCHpPECCUei, YTO MPUBOAUT K 3aIlyCKy HIXKECTOSI-
11X TeHHBIX KACKaJA0B, 1 B KOHEYHOM UTOT€ BKJIIO-
4aloTCs TeHbI, OTBETCTBEHHBIE 32 MOP(OJIOTUIeCcKre
MEePECTPOKM, 1 00pa3yloTCs CIienpuIecKre Mop-
¢osiormyeckue CTpyKTyphI (puc. 2a, 20).

Ilorepsa OmaarepaabHoii cumMeTpun. B xome mep-
BOTO 3Tara, KOTOPBI IPUXOAUTCS MPUMEPHO Ha
7.5—8.25 mgHeil >MOpPUOHAJILHOIO pPa3BUTHUS, M3HA-
YaJIbHO CUMMETpHUYHAasl CTPYKTypa (3MOpMOH Ha paH-
Hell cTaguy pa3BUTHsI) CTAHOBUTCS aCUMMETPUYHOIA,
OPOMCXOAUT HAapylIeHUE 3epKaJbHOM CHUMMETPUU
tena (Shiratori, Hamada, 2006). [enepupyercst cur-
HaJl, KOTOPBIii CTUMYJIMPYET SKCIIPECCUIO OIpeJe-
JIEHHBIX T€HOB B JIEBOI YacTu Tejna. B xode BToporo
aTalla pa3BopaurBacTCs KacKaj KCIIPECCUU CHEI-
¢urUecKuxX reHoB B JIEBO CTOpOHE 3MOpPMOHA, a 3a-
TEM 3Ta aCUMMETPHUSI pealin3yeTcsl B CTPOEHUN KOH-
KpPETHBIX MOP(GOJIOTUYECKUX CTPYKTYP (cepala, Jier-
KUX, KHIIeuHnKa). KakoB KOHKpPETHBIII MeXaHU3M
3TOro Ipoliecca, 10 KOHIIa HeNOHATHO. boabmmH-
CTBO MCClIeoBaTeleil IIpu3HaeT BeayIyio POJib Oue-
HUSI PECHUYEK B 00JIACTU T'e€H3eHOBCKOTO Y3eIKa B
3TOM mpolecce. Ha mpupoae mpolieccoB, Mpoucxo-
IOSIIMX Ha CTaauU MOTepU OMiaTepaJbHOM CUMMET-
puu, Mbl U TOCTApaeMcCsI CKOHLIEHTPUPOBATHCS B
JMIAHHOM CTaThe.

CIHHEOU®UYECKAA SKCITPECCHA 'EHOB
N MOP®OJIOTNMYECKHUE MMEPECTPOUKHA

ITociie Toro, Kaxk ocyllecTBUIach MOTEps Ouare-
paJIbHOU CUMMETPHUU, B ME3OJIEPME JIEBOU JIaTepaib-
HOW TJTACTUHKM aKTUBUPYETCS 3KCIpeccusi reHOB
kackaga Nodal-Ptx2 (puc. 26). ITockoabKy aMOpHro-
JIOTUYeCKHUe DKCIIEPUMEHThl Ha MJIEKOMUTAIOIINX
paHHUX CTaauii SMOPUOHATBHOTO Pa3BUTUS 3aTPY/I-
HEHbI, MHOTME OCOOEHHOCTH CUTHaJIbHOIO Kackaja
Nodal-Ptx2 ObUIM OTKPBITHI B IIPSIMBIX SKCEPUMEH -
TaxX Ha KYpHMHBIX SMOPHUOHAX, & UX OCHOBHbIE BbIBO/IbI
MOJITBEPXKICHBI 3aTeM B FT€HETUUECKUX IKCTIEPUMEH-
TaX Ha MyTaHTHBIX JUHUSX MbIeil. B Hopme Nodal
9KCIPECCUPYETCS Y SMOPUOHOB MJIEKONIUTAIOIINX B
Me304epMe JIEBOI, HO HE TIPaBOii, JIaTepaJIbHOM I1a-
crurku (Collignon et al., 1996).
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Ilep

[Ipas JleB

3amH

(6) Morepst cummerpuu (Ct. 1) 1 Kackan
“neBocroponHectu” (CT. 2)
B paHHeM pa3BUTUU MbIu (7.7—8.5 dpc)

Puc. 2. IpuHuMnUaabHas cxemMa YCTaHOBJICHUS JIEBO-TIPaBOi aCUMMETPUHU B pa3BUTUM MbIlU. (a) BpeMeHHolt acriekT. Ha
nepsoii cranuu (Ct. 1, 7.5—8.25 dpc) nmpourcxoaut rorepst OmnarepanbHoii cumMmerpun. CoobiTus Bropoit ctaquu (CT. 2) Ha-
YMHAIOTCS MpUMepHO Ha 8.5 dpc, B X0 3TOi CTaauy MPOUCXOAUT IKCIIPECCUsI FTeHOB Kackajaa “JeBOCTOPOHHECTU” U CHELr-
duueckue MopdoreHeTndeckue nepectpoiiku. (6) IpocTpancTBeHHO-Mopdomoruyeckuit acrekt. CxemaTndeckoe n3oopa-
JKeHHMe 3MOpHOHA MBITITK ITpUMepHO Ha 8.25—8.5 dpc, BuI ¢ BeHTpaibHOM CTOPOHBI. COOBITHS MIEPBOI CTaAUN, B XOJIe KOTOPOI
npoucxoauT norepst cummerpuu (CT. 1) pazBopaunBaloTcs B reH3eHOBCKOM y3eke (I y.). DKcrnpeccusi reHOB Kackaaa “JIeBo-
CTOpPOHHECTU”, ¢ KOTOpoil HaumHaeTcst BTopast cranust (CT. 2), MpOUCXOIUT B Me301epMe JIEBOI JlaTepalbHOM TUIACTUHKU.
IMponykTt rena Nodal akTuBUpyeT aKcIpeccuio caMoro cedst u reHa Lefty 2, a mponykr reHa Lefty 2 uHruOupyeT sKkcrpeccuo
Nodal. ITaTTepH 3KCIpeccuu 3TUX FTeHOB (OpMUpPYyeTCs B JIEBOI JIaTepajbHOM IIACTUHKE I10 peaKIIMOHHO-AUDDY3MOHHOMY
MexaHu3My. DKcripeccus Lefty 1 (mpomyKT KoToporo Toxxe MHTuompyeT aKcrpeccuto Nodal) BIosb cpenHel JUHUM Tejla orpa-
HUYMBAET paclpoCTpaHEHHE ITON peaKlIMU JIEBOM CTOPOHOI 3apoIblilia U He AaeT nepeitTu Ha npaByio. [Ipoaykr Nodal akTu-
BUPYET TaKKe Kcrnpeccuio reHa Ptx2, mpoaykTt kotoporo siBisiercs JIHK-cBsi3piBatoninM hakTopoM 1, U CBOIO O4Yepelb, aK-
TUBUPYET KOMITJIEKC TeHOB, paboTa KOTOPBIX Heobxoanma st popMupoBaHust MOP(OIOTUYECKIX CTPYKTYP JIEBO CTOPOHBI

TEJ1a MBIIIH.

Y 5MOpPHMOHOB MYTaHTHBIX JIMHUI MBIIIIEI ¢ HApYy-
IICeHUSIMU YCTAHOBJICHUS JIEBO-TIPABOM aCUMMETPHUH
€ro KCIIPeccHst MOXKeT HaOJI0AaThCsl B TKAHSX MPO-
TUBOIIOJIOKHOI cTopoHEI Tea (Lowe et al., 1996).

Nodal — npencrtaBuTtesib cemeiicTBa TpaHchop-
mupytoinx PoctoBeix @aktopoB (TGF-f). @yHk-
LIMOHUPYET OH KaK AWMED, JJISI ero paboThl HEOOX0-
1M kopakrop — 6es1ok EGF—CFC. ITpoaykt Nodal
3arycKaeT CUTHaJIbHbIC KacKalbl Yepe3 TaK Ha3bIBae-
MBbIe penentopsl nepBoro tuiia Alk4 m Alk7 u yepes
peuentopsl Broporo tuma ActRIla u ActRIIb, aktu-
BUPYS IIpU BTOM TPAHCKPUIIIIUOHHBIE (haKTOPBI
Smad?2, Smad4 u Fast (u3BecTHbIli Takke Kak Foxh1)
(Hamada 2002).

B kyeTkax neBoii JaTepanbHoM TmacTuHk Nodal
aKTUBUPYET 3KCIIPECCUIO CAMOTO ce0sl, IKCIIPECCUIO
reHa Lefty2, a rakke akcrpeccuro reHa Ptx2 (Hama-
da, 2002; Norris, Robertson, 1999; Saijoh et al., 1999;

OHTOTEHE3 Ne 5

ToM 44 2013

Saijoh et al., 2000; Adachi et al., 1999; Pedra et al.,
1998). IMponykt Lefty2 — moHOMep, 4YTO HEOOBIYHO
s mpencrasureieii cemeiicra TGF-f3, akcnipeccust
3TOro OeJika B SMOPMOHE MBIIIM aCUMMETPUYHA, U
OH TOXE 3KCIHPECCUPYETCS B JIEBOM JiaTepajibHOM
iacTuHKe aM6opuoHa ( Meno et al., 1996; Meno et al.
1997).

Tak kak nmponykTt reHa Lefty2 — moHOMED, OH pac-
npocTpaHsieTcss ObIcTpee Aumepa mnpoaykra Nodal
(Sakuma et al., 2002; Muller et al., 2012; Marjoram
etal., 2011), mpu aTOM Genok-npoayKT reHa Lefty2
nonasisgeT 3Kkcrnpeccuio reHa Nodal (Meno et al.,
2001).

Dkcnpeccust kKak Nodal, Tak u Lefty2 HaunHaeTcs
Ha cTaauu 2—3 COMUTOB B HEOOJIbIIIOK YacTU JIEBOM
JIaTepaJIbHOMW TUIACTUHKM, MPUMBIKAIOIIEHA K TeH3e-
HOBCKOMY Y3€JIKY, MaTTePH 3KCIIPECCUU PACTET BAOIb
nepeaHe-3alHeil ocu. DKcnpeccusi 3TUX FeHOB Tpe-
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KpalaeTcsl Ha crtamuu 6—7 comuToB. B3ammoneii-
crBue nmpoaykToB Nodal u Lefty2 MoxxHO paccMmaTpu-
BaTh KaK peakIIMoOHHO-I1(hGY3HYIO CUCTEMY Ha CXe-
me aktuBatop (Nodal)—uHruourop (Lefty2) (Saijoh
et al., 2000), B xome Takoi caMOOpraHu3anuu oodpa-
3yeTcsl YCTOWYMBBIN MaTTEpH 3Kcrpeccuu reHa Nodal
B KJIETKaX JICBOI JIaTepATbHOM TTACTUHKM.

Leftyl skcnpeccupyeTcst BIOJb OCU Tejla B JIEBOI
YacTH OCHOBAaHUS HEPBHOM TPYOKHM Ha TeX XKe CTamH-
sax pa3sutust (Meno et al., 1997; Hamada et al., 2002).
Y 5MOPHOHOB JTMHUM MyTaHTHBIX IT0 3TOMY TeHY MBI-
et HabmoaloTest 1ePEKThl B YCTAHOBJIEHUM JIEBO-
MpaBoOii acMMMETPUN, Hambojiee pacIpoCTpaHeH-
HbIM 13 KOTOPBIX SIBJISICTCS JIEBOCTOPOHHUI M30Me-
pu3Mm. Kpome Toro, y Taknmx sSMOpHOHOB HabIIomaeT-
cq ouatepanbHasg akcrpeccus Nodal, Lefty-2, Ptx2
(Meno et al., 1998). TakuM 006pa3zoM, MOXHO CUM-
TaTh, YTO 3cnpeccus reHa Leftyl urpaet posib gomoJi-
HUTEJTBHOTO OTpaHWYUTENII SKCIPECCMU KacKama
Nodal-Ptx2 B neBoii ctopoHe amMOpuoHa. Takoit de-
HOMEH IMOJIyYrJT Ha3BaHUe “CpeanHHOro 6apbepa”.

Okcnpeccus reHoB Leftyl, Nodal u Lefty2 npo-
JIOJKAaeTCsl B TeUeHre npuMepHo 6—8 yacos. B otim-
yyhe OT 3TUX TeHOB, aCMMMETPUYHASI 3KCIIPECCHUS
Ptx2 B 1eBOI1 YacTH TejIa SMOPUOHA MPOIOJIKAETCS B
TedeHUe IBYX CYTOK M, KpOoMe€ TOTo, Habiiomaercs
KOppeJIaLus MEXIY €ro 3KCIPECCUEii U YyCTaHOBIIE-
HUEeM acuMmerpuuyHocTu opraHoB (Piedra et al.,
1998; Ryan et al., 1998; Yoshioka et al., 1998).

IIponykT 3Toro reHa sBisieTcsa JJHK-cBs3piBaio-
muM paktopoM. Eie B KoHire 1990x Oblia BEIABUHY-
Ta TMTIOTE3a O TOM, YTO ITPOAYKT reHa Ptx2 akTmBUpy-
€T omnpeae/icHHbIe KacKaabl TEHOB, B pe3yJbTaTe pa-
OOTBI KOTOPBIX CTOpPOHA TeJla, B KOTOpPOl OH
IKCIIPECCUPYETCsI, CTAHOBUTCSI JICBOM 110 MOP(OJIO-
rudyeckum npuzHakam (Ryan et al., 1998; Logan et al.,
1998).

CormacHo 3Toit rmnote3e, Ptx2 mANImMupyeT pa-
00Ty reHOB, OTBETCTBEHHBIX 32 YCTAHOBJIEHUE JIEBO-
MpaBoil aCUMMETPUM, CBS3BIBASICH C PETYJISITOPHBIMU
yyactkamu JJHK (mmpoMoTtopamMu u 3HXaHCepaMu) U
aKTUBUPYS 9KCIPECCUU HUXKECTOSIIIMX B KacKajie re-
HOB. DKCIpPeCCUsl 3TUX HUXKECTOSIIIMX TEeHOB BIUSIET
Ha MOPdOJTOTMYECKYIO CTPYKTYPY JIEBOM YacTH TeJja.
DTa yacTh Tejla CTAHOBUTCS JIECBOCTOPOHHEN MO MOp-
donornyeckuM KpuTepusiM (Harpumep, cepille BbI-
JIBUTAETCSI B 3Ty CTOPOHY, C 3TO CTOPOHBI (POPMUPY-
ercs (B cilydyae MbIIIIM) OAHA KpyITHasl 10Js JIETKUX, a
HE YeThIpe HeOOJIbIINX J0I1, KaK C ITPaBOi CTOPOHBI).

OTO 3HAYUT, YTO IJISI TOTO, YTOOBI CTOPOHA Teja
cTaja JieBoi Mo MopdoJoruyecKmum rpu3Hakam, He-
obOxomymMa 3KcIpeccust TeHoB Kackaga Nodal-Ptx2,
cBsI3bIBaHME Oenka Ptx2 ¢ onpeneseHHBIMU yJyacTKa-
mu JIHK 1 3amyck akcrnpeccrun KOMILIEKca omnpeae-
JIEHHBIX (HO MOoKa He OTKPBIThIX) reHOB. Eciiu aToro
Kackaja HeT, TO CTOpoHa OyneT mpaBoii. Ympolias
CUTYallUI0, MOXKHO CKa3aTh, YTO 11O yMOJTYaAHUIO KaX-
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Jasi CTOpOHA TeJla MMEET CBOWMCTBO CTaTh IIpaBOM
(Mo MopoIOTrMYeCKUM TIpU3HaKaM), a, YTOOBI cae-
JIaTh ee JIeBOi, HEOOXOINM CUTHAJILHBIN KacKan “je-
BoctopoHHecTn” Nodal-Ptx2.

Iunore3a o rmaBeHCTBYIONIECH posin Ptx2 B 3ammycke
criepUUIecKoro “jaeBoCTOpPOHHEro” MopdoreHes3a
JTOMMHUPYET U B HACTOSIIEE BpEMsI.

BEAYILIAA POJIb BUEHUA PECHUYEK
I'EH3EHOBCKOI'O Y3EJIKA
B YCTAHOBJIEHUMU JIEBO-TTPABOM
BUCLIEPATBHON ACUMMETPUUA

[eH3eHOBCKUIA y3€JIOK — TOMOJIOT IIIEMaHOBCKO-
ro opraHmzartopa (JopcajbHOI ryObl OsacToriopa) y
amdudwmii. [Tepecanka reH3€eHOBCKOTO y3eJIKa WHY-
LUpYyeT Y MICKOTUTAIONINX 00pa3oBaHue AOIOJHU-
TenbHOU ocu Tena (Beddington, 1994). Crpykrypa
5Ta MIPUBJIEKAET IMIPUCTAIbHOE BHUMaHUE SMOPUOJIO-
roB. [eH3eHOBCKMI y3€70K y MJICKOTTUTAIOIIUX MPEI-
CTaBJIsIET U3 ceOs BITAAWHY, ITOKPBITYIO PECHUYKAMU
(Bellomo et al., 1996; Sulik et al., 1994).

O BO3MOXKHOI1 CBSI3U MEXAY peCHUYKAMU U yCTa-
HOBJICHWEM JICBO-TIPAaBOM aCHMMMETPUM ITOTaabIBa-
Jnucs eme HauuHag ¢ 1970x. Toroa uccienoBaHue Ta-
IMEeHTOB ¢ cuHIpoMoM KaprareHepa, 1mpu KOTOpOM
HaO0II0gaeTCsl MHBEPTHUPOBAHUE BHYTPEHHMX Opra-
HOB, TOKa3aJI0, YTO Y TAKUX JIIOACH XKTYTUKHU CITepMa-
TO30UIOB TEPSIOT IOABMKHOCTEL (Afzelius, 1976;
Afzelius, 1995). ¥ mauueHTOB TakKe He HaOJroda-
JIOCh aKTUBHOCTU PECHUYEK B JbIXaTEJIbHbBIX ITYTSX,
OHM CTpadaJ CUHYCUTaAMU U IPYTUMU PECUpaTop-
HBIMU 3a0ojieBaHUSIMU. Ad3ennyc, U3y4uB CepMy
YeThIpeX IMallMEHTOB C HapylIeHHWEeM MNOABIKHOCTU
CIIEPMBI IO/, BJIEKTPOHHBIM MUKPOCKOIIOM ITOKAa3all,
9TO B MUKPOTPYOOUKaX XKIYTUKOB OTCYTCTBYIOT M-
HerHOBbIe pydyku. K ToMy BpeMeHU ObLIO U3BECTHO,
9TO PEeCHUYKU MPUCYTCTBYIOT B HEKOTOPHIX KJIETKAX
3MOpUOHOB MJjekonuTainux. ColnocTaBUuB 3TU
¢akThI ¥ 3HasT, YTO IPU JAHHOM CUHApPOME Ha0IIoaa-
€TCsl UTHBEPTHUPOBAHHOE TTOJI0XEHUE OpraHOB, Ad3e-
JINYC BBIABUHYJI TUIIOTE3Y O TOM, YTO PECHUIKU MO-
T'yT BJIUSITh HA YCTAaHOBJIEHUE JIEBO-IIPABO aCUMMET-
puM B SMOPUOHAILHOM Pa3BUTHUH.

B 1990x amMepuKaHCKMMM HCCICIOBATEISIMU U3
rpyniibl BprokHep ObLIO OTKPHITO, YTO MYTaIlUs B T'e-
He seBo-TipaBoro muHewHa (left/right-dynein (Ird))
MOXET TIPUBOJAUTb K UHBEPTUPOBAHHOMY TMOJIOXKE-
HUIO BHYTPEHHUX OPraHOB y MBIIIEHA C MyTallUEH iv
(Supp et al., 1997). HaGaronanuch aHOMaJIUuU B ycTa-
HOBJICHMHU JIEBO-TIPaBOW BUCLIEPATIBHON acCUMMeET-
puu U Opu APYroidi MyTallMu B 3TOM reHe — legless
(Igl). JaHHOE OTKPBITHE SIBUJIOCH AOIOIHUTEIbHBIM
apryMEHTOM B MOJIb3y T'MIOTE3bI 00 y9aCTUN MUKPO-
TpyOOUeK B TIpollecce YCTaHOBJICHUS JIeBO-ITPaBOM
ACUMMETPHUHU, XOTSI CaMU aBTOPbI OTKPHITUSI TOBOPUIN
0 TaKOI BOBMOXXHOCTU B OCTOPOXKHOM (hopme, Gosbliie
CKJIOHSISICh K TIPEATIOJI0XKEHUI0 O BO3MOXHOU poiu
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YCTAHOBJIEHUE JIEBO-TTPABOM BUCLIEPAIbHOM ACUMMETPUU

3TOro 6ejika BO BHYTPUKJICTOUHOM TPaHCIIOPTE MpU
YCTaHOBJIEHUH JIEBO-TIPABOA aCUMMETPUU.

KileTknu B BEHTpaJIbHOII 4YacTU TE€H3C€HOBCKOTO
y3eJKa TOKPBIThl PECHUYKAMMU, HampaBJIeHHBIMU
BOBHE OT TTOBEPXHOCTH 3MOpPHMOHA. DTH PECHUIKHU
MpUHamIeXkaT K Kiaccy pecHmueK 9+0. CHauana
CUHTAJIN, YTO PECHUYKN B OOJIACTU T€H3EHOBCKOTO
y3eJIKa HETTOABMKHBI, HO TIOTOM TPYTIIION SITTOHCKUX
HccliegoBaTesiell ObIJIO MTOKa3aHO, UYTO OHU OBIOTCS C
gacrtotoir mpumepHo 600 paz B mMuHyTy (Nonaka
et al., 1998). Kpome TOTO, C MOMOIIBIO METOIA TeHE-
THYEeCKOTO HOK-ayTa aBTOPHI CO3IaJTH JIMHUIO MBI
kif3B—/— n n3ydnian 0COOEHHOCTU OMEHMsI peCHU-
YeK y TAKUX TeHHOMOAN(UITMPOBAHHBIX MBITIIEH. be-
nok KIF3B sxogut B coctaB KIF3 xomruiekca, npu-
HUMaeT yJyacTre BO BHYTPUKIETOUHOM TPAHCIIOPTE U
HEoOXOIUM TSI pa3BUTHUSI 1 HOPMAJIbHOTO (hyHKIIMO-
HUPOBaHMSI MUKPOTpyOouek. [eTepo3urorsl kif3B—/—
MMOTUOAIOT MPUMEPHO B cepeHe CpoKa bepeMeHHO-
CTH, Y SMOPHOHOB HAGIIOTAETCS TIPW 3TOM pa3mayBa-
HUe TiepuKapaa, 3aMeUICHHE POCTa, He3aMbIKaHUe
HEpBHOU TPYOKH, a TAKKE pAHIOMU3AIIMS B yCTAaHOB-
JIEHUH JIeBO-IIpaBoii acuMMmeTpuu. Kpome Toro, nat-
TepH 3Kcrnpeccuu reHa Lefty-2 Ha ctaguu 8.5 dpc To-
JKe HapyIajacs — B HOPME 3TOT T'eH 9KCIIPEeCCUPYETCS
B JIEBOi1 CTOpOHE Tea, a B cinydae kif3B—/— aMOpuo-
HOB €r0 3KCIpeccus Ju00 OTCYTCTBOBAJIA, JIMOO ObI-
J1a OmaTepajabHOM.

Bbbu1o TIOKa3aHO, YTO Yy 3MOpHOHOB kif3B—/—, B
OoTJINYnue oT 3M6pI/lOHOB JUKOI'o TuIiia, OTCYTCTBYECT
ouenune pecHudek. Habmiomasi 3a TpaekTopusiMu
IBIDKEHMSI (PIyOpeCLEeHTHBIX YacTUIl, aBTOPBI OT-
KPbUIY, YTO OMEHNE PECHUYEK CO30aeT Y SMOPHMOHOB
JIMKOTO TUIIA JIEBOCTOPOHHUI TOK XUIKOCTH, &'y OM-
OpUOHOB kif3B—/— Takol TOK XKMAKOCTU OTCYTCTBO-
BaJl. [TOCKOIBKY T€H3€HOBCKMI y3€JI0K MO-aHTJINH-
CKM HasbIBaeTcsl node, TaKOW TOK KMIKOCTU TIOJTy-
yuy Ha3BaHue “nodal flow”. ABTOpbI IPEAIOI0KIIN
TOTJAa, YTO UMEHHO JI€BOCTOPOHHUIT TOK KMIKOCTHU B
00JIaCTH T€H3€HOBCKOTO y3€JIKa U SIBJISIeTCS TIPUIM-
HOM IToTepu OMjaTepajbHOM CUMMETPUH.

TToyeMy TOK XXMIKOCTH UMEHHO JIEBOCTOPOHHMI?
IMepBoHavyaabHO aBTOPHI OTKPHITUS TOKa (nodal flow)
OOBSICHUIIN 3TO (PUBUIYECKUMHU MMapaMeTpaMU CUCTE-
MbI (peoJIorMyecKre CBOMCTBA XKUIKOCTU, CWia U
TpaeKTopusl OMEHUSI PeCHUYEK) M, B IEPBYIO OdYe-
penb, — KarieBUIHOM (hOpMOit TEH36HOBCKOTO Y3eiI-
Ka, Cy>)KeHHOTo B mepeaHeii yactu. [lapameTpsl cu-
CTEMBbI TAKOBBI, CYUTAIM OHU, YTO B CYXKCHHOM Ie-
pemHel YacTU TeH3€HOBCKOTO y3eJIKa TOK XKUJIKOCTU
MPaBOCTOPOHHMI, a B paCIIMPEHHOM 3aIHEN YaCTU —
JIEBOCTOPOHHUU. JloKa3aTeIbCTBOM B TIOJIb3Y TaKOM
TUIIOTE3bl aBTOPHI CYUTAIN OTCYTCTBHE JIEBOCTOPOH-
HEro TOKa XXMAKOCTU B TEH3€HOBCKOM y3eJIKe Ha 00-
Jiee MO3JHUX CTaIusIX, KOrma OH TepseT KaIlJICBUI-

HYI0 HOpMY.
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B navane 2000x Honaka u Ilupatopu (Nonaka
et al., 2002) noATBEpAUIM TUIIOTE3Y O BeAylllel poau
JIEBOCTOPOHHETO TOKA XWUJKOCTH B IPOLIECcCe MOTEPU
OouyiaTepaabHON CUMMETPUN C TIOMOIIBIO TIPSIMOTO
(buszmyeckoro Bo3neMcTBUS. YueHble CO3Jalu YHU-
KaJIbHYIO KaMepy ISl KyJBTUBUPOBAHUST MBIIIIMHBIX
SMOPHUOHOB, B KOTOPON MOXHO MCKYCCTBEHHO Me-
HSITb HallpaBJeHUE U CKOPOCTb LUPKYJISILIUU KUIKO-
CTU B T'€H3€HOBCKOM Yy3esike. B ucciengoBaHuu uc-
MOJb30BAIUCh TEeHHO-MOAUMUIIMPOBAHHBIE MBIIIN
JmHnn Ptx2-lacZ, y SMOpMOHOB TaKMX MBIIIIEH JIETKO
MIPOCJICXKUBATh IKCIIpeccrio reHa Ptx2, B HopMme 3Kc-
MpeccUpylollerocs B JeBOK CTOPOHE Tejia U Urpatoliie-
ro BaXKHYIO POJIb B UASHTU(UKALIMY TaHHON CTOPOHBI
Kak JIeBoii. DMOpMOHOB Ha cTtagusix 7.7—8.5 dpc B Te-
yeHMe 12 yacoB MoaBeprajii OMHOMY U3 YEThIPEX pe-
JKMMOB TOKa XXWUJIKOCTU: JIEBOCTOPOHHUI MeJJIeH-
HBIN, JEBOCTOPOHHUI OBICTPHIN, MPaBOCTOPOHHUIA
MEIJICHHBIII M IIPaBOCTOPOHHMII OBICTpBIA. 3aTeM
AMOPUOHOB JOMOJHUTEIbHO NHKYOMPOBAJIM B TeUe-
Hue 32 4acoB U OLIEHUBAIU UX MOPdOJOTUIO, YacTh
13 HUX MHKYOMpoBaiu TeueHre 10 94acoB 1 OTCIEKM -
BaJu 3Kcnpeccuio Ptx2.

B ycioBugx pexkmma OBICTPOTO J€BOCTOPOHHETO
TOKa y 9MOPHOHOB Ha0I101a710Ch HOPMAJILHOE yCTa-
HOBJICHHUE JIEBO-TIPABOl BUCIIEPaAIbHOI aCUMMETPUN
(TIpaBOCTOPOHHSISI cepliedyHasl TeTisi, HOPMaJabHO
OPMEHTHPOBAHHBI MIOBOPOT 3MOPHUOHA, SKCIIPECCUST
Ptx2 B nieBoIi TaTepaibHOM MIACTUHKE).

I1pu pexume OBICTPOro MPaBOCTOPOHHETO TOKA,
HAIIpOTUB, y OOJBIIMHCTBA 3MOPHOHOB HaOIIOOA-
JIOChb MHBEPTUPOBaHHOE (hOPMUPOBAHUE CEPASCYHOI
MEeTJIM U MTHBEPTUPOBAHHBIN MOBOPOT, Ptx2 akcripec-
CHpPOBAJICS B IIpaBoOii 1aTepabHOI IuTacTuHKe. [1pu-
MedJaTeabHO, 9YTO TaKoU 3¢ (PeKT HAOTIOHAJICS TOIBKO
IIpY BO3IEMICTBUM HA I0-COMUTHBIE CTAINM PA3BUTUS
SMOPHOHOB.

MemieHHBI TOK, KakK JIEBOCTOPOHHMIA, TakK U
MPaBOCTOPOHHUIM, BBI3BIBAJ JIUIITh HE3HAUYNTEIHHBIC
aHOMAaJIMM B YCTaHOBJICHUM JIEBO-TIPaBOil aCUMMET-
puM SMOPUOHOB.

Tlouemy mok scudxocmu 1e60cmoporHHulL?

K cepequne 2000x cTajio MOHSTHO, YTO JIEBOCTO-
pOHHee HalpaBJeHUE TOKA XUIKOCTU HeJIb3s1 00bsIC-
HUTHb (POPMOI1 TeH3€HOBCKOIO y3€JIKa M TeM, 4YTO
KUJIKOCTh BO3Bpallla€TCs BIIPABO B €ro MepeaHeil, 3a-
ykeHHoil yactu. KommbpioTepHoe MojaeaupoBaHUE
nokazano (Cartwright et al., 2004), 4TO HECKOJIBKO
JIECSITKOB BEPTUKAJILHO OPUMEHTUPOBAHHBIX PECHU-
yeK OyOyT CO3IaBaTh AECATKY MUKPO3aBUXPEHUIA, HO
HE JJAMUHAPHBII ITOTOK.

Bonee koppekTHbIe HabmomeHnsT OKagbl C COaB-
topamu (Okada et al., 2005) mokasanu, 4To JIEBOCTO-
POHHMI TOK, MEPIICHANKYIAPHBIM OCH Teia, WAET
OYeHb OJIM3KO OT MTOBEPXHOCTH MOKPHIBAIOIIEH TeH-
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3€HOBCKU y3€JI0K XXUIKOCTH, BCETO JIUIIb B 5 MUK-
pomeTrpax. OH IOCTUTaeT JIEBOW YacTH Tesia, a 3aTeM
KUIKOCTh BO3BpalllaeTcsl Ha3al BIpaBO Ha YPOBHE
npuMepHO 20 MUKPOMETPOB OT TTOBEPXHOCTH, U Ta-
KOl TpaBOCTOPOHHMI TOK TOpasno MemieHHee. B 1me-
penHei e, Cy>keHHOI YaCTU FreH3eHOBCKOTO y3eKa,
TOKa XUIKOCT He HaOIIOmaeTCsT — XOTS Y KIIETOK
9TOM YaCTU TOXE €CTh PECHUYKM, HO OHU He ObIOTCS.

IMonss, 4To AENO HEe B KAIUIEBUIHOM (hopMe TeH-
3€HOBCKOTO y3€eJIKa, aBTOPbI MOMBITATUCH pa300paTh-
cg nmoapoOHee B IMHAMUKE OMeHUST peCHUYEK. BbIico-
KOCKOPOCTHAasi MUKPOChEeMKa MoKasaja, 4YTo ocb O1-
E€HUSI peCHUYEK He MEePIeHINKYJIIpHA ITOBEPXHOCTH,
a rouTu TapajuiejibHa eii 1 HarmpaBJjieHa Ha3a/l.

YT1006bI KOJTMYESCTBEHHO OLICHUTH 3TO SIBJICHUE, Ha
OCHOBaHUM MaTepuajia 3anuceil MHOTOYMCIECHHBIX
CBEPXCKOPOCTHBIX BUACOCHEMOK aBTOPEI ITpOaHAaJIN -
3UPOBaAJIM OCOOEHHOCTHU TPAEKTOPUU, KOTOPYIO OMU-
ChIBa€T KOHYMK PECHMYKM, CO3JaB CBOEro pojaa
“ycpeaHEeHHBIN MOPTPET” PECHUUKU BO BpeMsl pado-
Thl. KOHYMK pEeCHUMYKM IBMXKETCS IO KPYTY BOKPYT
0oCHU, pacIoyioXeHHo moj yriioM 40° + 10° kK moBepx-
HOCTY 1 HaIllpaBJIeHHOM Ha3a 1o yriaoM 180° +40°,
pecHUYKa MpU 3TOM OMNUCHIBAET KOHYC C BEPIIMH-
HBIM yrioM npuMepHo 40°. IlomydyeHHBIE JaHHBIE
MO3BOJMJIM BBIABMHYTHh MPEANOJOXEHHE, YTO HE
¢dopMa reHe3eHOBCKOTO y3€e/IKa, a HAaKJIOH Oceli Oue-
HUSI pECHUYEK MO/ YIJIOM K ITOBEPXHOCTU MPUBOIUT
K CO3JaHUIO JIEBOCTOPOHHETO TOKA XUAKOCTU. bue-
HUE peCHUYEK UAET 10 YaCOBOM CTPEIKe, U HauboJjiee
CWJIBHBIN yAap peCHUYKA HAHOCUT, KOTJIa OHA MOYTU
BEPTUKaIbHA M OJM3Ka K MOBEPXHOCTU XUIKOCTH,
MOKPBIBAIONIEH T€H3€HOBCKUI y3€JI0OK, 3TO TaK Ha-
3pIBacMBIN “3d(PeKTUBHEBIN ymap”, Kak pa3 OH-TO U
NopoXKIaeT OBICTPbIA JEBOCTOPOHHUN TOK XKUIKO-
ctu. Bo BTOpOI1 moI0BMHE UK/IA OMEeHUST peCHUIKA
JIBUKETCS OJIM3KO OT MOBEPXHOCTU KJIETOK B MPaBO-
CTOPOHHEM HaIIpaBJICHUN, 3TO TaK Ha3bIBAEMBIN
“BOCCTAaHOBUTEJIbHBIN yaap”, KOTOPBIH ciadbee U KO-
TOPHBIN co3maeT 0ojee MeIJIEHHBIN IIPaBOCTOPOHHMUA
TOK XXUJKOCTH.

MNEPEHOC MH®OPMALIMU U AKTHMBALIUA
KACKAJIA “JIEBOCTOPOHHECTN™?
OCHOBHBIE I'MITOTE3bI

Ponb OreHus pecHUYEK KakK BeIylIei CUIbI TIPO-
1ecca IoTepu OmnaTepaJbHON CUMMETPUUN Y MITEKO-
IIUTAIOIX IIPU3HAETCS K HACTOSIIEMY BpEeMEHM
OOJNBIIMHCTBOM HccienoBaTesaeii. OgHako 10 Cux
IOp HET eAMHOTO MIOHUMAaHUS TOTO, KAK TOK KMIKO-
CTU B F'eH3€HOBCKOM Y3eJIKE TepeaeT CUTHaJl B TKa-
HU 3MOpPHUOHA U HET €IMHOIO MHEHUS O TOM, KaKOB
MEXaHM3M 3allycKa CUTHAJIbHOIO KacKaia JIEBOCTO-
POHHECTHU B JIEBO#1 CTOpPOH Tena. Ha aToT cuer B Ha-
CTosIIIee BpeMsI CYILECTBYET TPU TUIIOTE3bI (puc. 3).

Tunore3a nepenoca mopgorena MCTOpUISCKA OBI-
Ja niepBoii (puc. 3a). OHa Bbicka3aHa B 1990x rpyr-

TMOM SMOHCKUX MCCenoBaTeaeii, MoKa3aBUIMX, YTO
HapyLIeHUs B YCTAaHOBJICHUU JIEBO-TTPaBOii aCUMMET-
pun y 3SMOpHOHOB, MyTaHTHBIX 10 TeHy KIF3B MbI-
1€, CBSI3aHbI C AaHOMAJIBHBIM CTPOSCHUEM PECHUYEK
1 OTCYTCTBHEM JIEBOCTOPOHHETO TOKa XXUIKOCTU B
objactu TreH3eHOBcKoro y3eika (Nonaka et al.,
1998). ABTOpPEHI TOTIA NPEANOIOXMIIN, 4TO, OJ1aroaa-
psl cozmaBaeMOMY OMEHHEM pEeCHUYEK JIEBOCTOPOH-
HEMY TOKY XXUIKOCTH, B JIEBOI YaCTU I'eH3€HOBCKOI'O
y3eJIKa yBEeJIMYMBAETCsI KOHILEHTPALIS BaXKHOM CUT-
HaJILHOM MOJIEKYJIbI, KOTOpasl U 3aIlyCKaeT CUTHAJIb-
HBII KacKaj “JeBOCTOPOHHECTU” B JIEBOI YaCTH TeJia
5MOpUOHa.

B0O3MOXKXHOCTH cO3maHMsT TAKOTO TPamIrieHTa MOP-
¢oreHa B pe3ysibprate OMEHUST PECHUYCK OBLIN ITOKa-
3aHbI B paboTax Mo MaTeMaTU4eCKOMY MOJEINpPOBa-
Huto (Cartwright et al., 2004). TouHast mpupoga maH-
HOW CHUTHAJIBLHOM MOJIEKYJIBI TIOKa HE W3BEeCTHA.
DKCIepuMeHTaIbHbIE UCCISIOBAHUS 10 U3YUYESHUIO
pacrpeneneHusi MojieKyal (JIyopeclieHTHOIO IOJIM-
Mepa MoKa3aJlv, 9TO IIMPKYJISIINS XUIKOCTH B 00J1a-
CTH T€H3eHOBCKOTO y3eJIKa KaK Y MBIIIN, TaK U Y KpO-
JIMKa MOXeT cOo3[aTh I'paJMeHTHOE pacrhpeacsicHue
JIJIsT O€JIKOBOI MOJIEKYJIBI pa3MepoM nopsiaka 40 Ku-
JonanesToH (Okada et al., 2005).

“Tunore3a IByX THIIOB PECHUYEK” HJIM OMOMEXAHU-~
YyecKas rumore3a. B Hauaje HyJIeBBIX KOJUIEKTUBOM
aMepUKAHCKUX YUYEHBIX ITOJ, PYKOBOACTBOM bprokHep
ObL1a BbICKA3aHA aJITepHATUBHAS TUIOTE3a — OUO-
MexaHndeckas (puc. 30), comlacCHO KOTOpO# pec-
HUYKM B 00JIaCTH FeH3eHOBCKOTO y3ejiKa paboTaroT
He TOJIBKO KaK reHepaTopbl MEXaHMYECKOr0 CUTHAJIA
(TTopoxmast JIEeBOCTOPOHHUI TOK XXUIKOCTH), HO M
KaK U ero pelenTophbl, 3amycKas 3aTeM IIpoLece Mo-
BBILIEHUST KOHLICHTPALIMX NOHOB KAJIbIIUS B KJIIETKAX
JneBoi cropoHbl Tena (McGrath et al., 2003).

ABTOPHI CO30aJT TEHHO-MOIN(UIINPOBAHHYIO JT1-
HUIO MBIIIIEH, y KOTOPBIX O€JIOK JIEBO-TIpaBbIii IUHEUH
CILIUT C 3eJIEHbIM (DIIyOPECLIEHTHLIM OEJIKOM, IOTOMY
Yy TaKUX MBbIIICH JIETKO MPOCIECIUTh 3a TMOJIOKEHUEM
MOJIEKYJIBI JIEBO-IIpABOro JuMHeuHa. PaHee ObLIO U3-
BECTHO, YTO YaCTh PECHUYEK B 00JIaCTU T€H3€HOBCKO-
IO y3eJIKa CITOCOOHA K OMEeHMIO, a APyrasl 4YacTh HEIT0-
nBxkHa. MccnenoBarenn oOHapyKWJIM, YTO €CTh JIBE
TPYIIIbI peCHUYEK: PACOJIOXKEHHbIE B CpeHEl YacTu
TEeH3E€HOBCKOTIO y3e/IKa U CoAepXKalllie B CBOEM COCTa-
BE ﬂCBO—HpaBbIﬁ JMHEWH U paCItOJIOKECHHBIC T10 TIEPpH -
¢epun 6e3 JIeBO-MMPaBOro AUHEHWHA (TaKWUX TIpUMEp-
HO TPETh OT OOIIETO KOJIUYECTBA).

Kaxk rmonBukHbBIe, TaK M HEIOIBVIKHBIC PECHUYKH
cozepKaT B CBOEM cocTaBe 0eJIoK polycystin-2, KOTo-
pbIit BBIMOJHSET (DYHIIUIO KATUOHHOTO KaHana. 13-
BECTHO, UYTO PECHUYKMU 00JIaJal0T MEXaHOUYBCTBU-
TEJTbHOCTBIO U YTO, €CJIM Ha PECHUYKY ITOAEHCTBO-
BaThb MEXaHUUYECKHU, TO B KJIETKE MMPOUCXOAUT BCILIECK
KOHILIEHTpallM¥ BHYTPUKJIETOUHOro Kajiblusi (Prae-
torius, Spring, 2001). bemok polycystin-2 saBisercsa
KaTUOHHBIM KaHaJOM JUISI ABYBAJIETHBIX KaTUOHOB,
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(a) T'umore3a nepeHoca
MopdoreHa

* Monexyna mopdoreHa

(0) buoxumMmyeckas runore3a

MexaHOUYyBCTBUTEIbHAS
pecHUYKa

(B) 'mnoTe3a nmepeHoca Be3UKYJ
¢ MophOTeHOM

O BesuKynsipHas yacTula
PK  PeruHoeBas kucioTa

SHH Sonic hedgehog

Puc. 3. Tpu runore3sl MexaHM3Ma 3aIycka Kackazia “yjeBocropoHHectu”. (a) [unoresa nepeHoca MopdoreHa. buenue pecHu-
YyeK B 00JIaCTH FeH3eHOBCKOTO y3eJIKa 1 MOPOXKIAEMbIii UMY TOK KUJIKOCTU KOHLUEHTPUPYIOT MOJIEKYJIbI MOpdoreHa B JIeBOi
YacTH TeH3eHOBCKOTO y3eJiKa. Bricokast KOHLIeHTpaLys MopdoreHa CTUMYJIUPYeET dKcrpeccuio reHa Nodal B J1eBoii 4acTu 3M-
o6puoHa. (0) buomexanuueckas rurnoresa (Mozesb “ABYX TUMOB pecCHUYEK”). breHue moaBUXKHBIX peCHUYEK B CpeHe yacTu
TreH3eHOBCKOTO y3eJIKa [OPOXIAET JIEBOCTOPOHHM I TOK XKUIKOCTH, & HEMIOJIBVXKHBIE PECHUYKM Ha TIepudepru reH3eHOBCKOTO
y3esKa paboTaloT Kak MEXaHOCeHCOpPhI. B 0TBEeT Ha MeXxaHUUYeCKOe BO3ICUCTBUE TPOMCXOIUT OTKPBITUE KATbIIMEBOTO KaHaa,
TOBBIIIIEHUE KOHIIEHTPAIIUY BHYTPUKIETOYHOTO KBV U 3aITyCK HEM3BECTHBIX MOKA MPOIIECCOB, CTUMYTUPYIOIINX KC-
npeccuto reHa Nodal B ieBoit yactu sMO6puoHa. (B) [uroresa rmepeHoca Be3uKyJ1 ¢ MopdoreHoM (“yeaHouHast Moaein”). [1o-
poXIaeMblii OMeHUeM PeCHUYEK JIeBOCTOPOHHU I TOK XKUIKOCTHU IMEPEHOCUT BE3UKYJIbl, KOTOPbIE pa30MBAIOTCSI, HATHIKASICh HA
HETIOABUXXHBIE PECHUYKH, PACTIONOXEHHBIC Ha TTeprbepuu JICBOI CTOPOHBI TeH36HOBCKOTO y3eKa. [1pu HapyIieH!H 11e10CT-
HOCTH BE3MKYJIbl U3 HEee BBIIAESIIOTCS CUTHaIbHbIe MOJIeKyJbl PK (petuHoeBas kucinora) u SHH (Sonic hedgehog). Dtu mosne-
KYJIbl CTUMYJIMPYIOT MOBBILLIEHUE BHYTPUKJIETOYHOTO KaJIbLIMSI, YTO, B CBOIO OUepe/ib, 3alTyCKalOT HEeM3BECTHbBIE MTOKa MpOolLiec-

Cbl, IPUBOJSILLIME K aKTUBALUM dKcrpeccuu reHa Nodal B jieBoit yacTu sMOproOHa.

aKTUBUpYeMblii MoHamu Kaiblius (Hanaoka et al.,
2000; Gonzalez-Perret et al., 2001; Koulen et al.,
2002) u, KpoMe TOro, 3TO MEXaHO-YyBCTBUTEIbHbBIN
KaHaJI, KOTOPHI B OTBET Ha MEXaHUYECKOE BO3IEIi-
CTBUE 3aITyCKAET ITOBBILICHNE KOHILIEHTPALlU BHYT-
pukierouHoro Kanblus (Nauli et al., 2003). ¥ 3apo-
IBIIIe JTMHUW MBI, Y KOTOPBIX OBII IpOBEIcH
HOK-ayT reHa Pkd2, pazBuBaercs mpaBOCTOPOHHMIA
M30MEpU3M, TO €CTh 00€ CTOPOHBI TeJia MOP(OJIOTH-
yecku cTaHoBsATCs mpaBbiMu (Pennekamp et al.,
2002).

Astopsl (McGrath et al., 2003) moka3ajiu aKTHBa-
M0 BHYTPUKIICTOYHOTO KJIBIIUSI B TKAHIX JICBOM
IMOJIOBUHBI HOPMaJIbHBIX DMOPUOHOB KaK pa3 Ha cTa-
IIASTX, COOTBETCTBYIOIIMX 3TAITy TTOTepH OMj1aTepab-
HOM CUMMETpHMHU. DTOT MaTTEPH ObLI HapyIIeH KaK y
SMOPUOHOB, MYTaHTHBIX IT0 T€HY JIEBO-TIPABOTO -
Ne 5 2013
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HeHWHa (BCIUIECK BHYTPHUKJIETOUHOIO KaslblIUsl Ha-
Oromascs He TOJIBKO C JIEBOI, HO 1M OujaTepalbHO,
JIM6O OTCYTCTBOBaJ BOBCE), TaK U Y SMOPUOHOB JIU-
HUU MBbIlIeH, y KOTOPBIX ObLJT MPOBEIEH HOK-ayT T'eHa
Pkd2 (y HuUX BCIUIECK BHYTPUKJIECTOYHOIO KaTbIUS
BOOOIIIE OTCYTCTBOBAN).

ITomyuaeTcst, 9TO 11T HOPMAJILHOTO Pa3BUTHUS JIe-
BO-TIpaBOM aCMMMETPUM BaxkHA HE TOJBKO CITOCO0-
HOCTh PECHUYEK MPOU3BOIUTH JICBOCTOPOHHUI TOK
XUIKOCTHU B 00J1aCTU T€H36HOBCKOTO Y3€JIKa, HO ¥ MX
MEXaHOYYBCTBUTEJIbHAsI CIIOCOOHOCTh. DTO 3acTaB-
JISIET HAaC COBEPIIEHHO B HOBOM CBeTe B3IJISTHYTh Ha
MOMYJISILUAIO HETTOABMXKHBIX, HO coaepKaluux poly-
cystin-2 pecHUYEK — OHM pab0OTaIOT KaK CEHCOPHIL.

Ha ocHoBaHUM TTOJy4eHHBIX JAHHBIX aBTOPbI BbI-
IBUHYJIN TUIIOTE3Y WIA MOJIENIb “ABYX TUIIOB PECHU-
yeK”, KOTOPYIO MOXHO Ha3BaTh TakxKe OMOMEXaHM-
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gyecko runorte3oit. CorjlacHO 3TOM THMMOTE3e, IO-
IBUKHBIE, Ird-comepxallie peCHUUKU TeHEPUPYIOT
TOK XHWJKOCTU B 00J1aCTM F€H3€HOBCKOIO y3eJiKa, a
HEMONBWXXHbBIE polycystin-2 conepxaline peCHUUYKU
paboTaloT KaKk MEXaHOCEHCOPbI; B pe3yjbTaTe pelen-
LIMU MEXaHUYECKOTO CUTHAJIa OTKPBHIBAIOTCSI MEXaHO-
YyBCTBUTEJIbHbIE MOHHBIE KaHAJIbl B KJIETKaX JIEBOM
4acTy SMOPHOHA, MPOUCXOANT MOBBILLIEHUE KOHIIEH-
TpallMd BHYTPUKJIETOUHOTO KaJblMsl, YTO B CBOIO
ouepeb 3ayCKaeT BaXKHbIE CUTHAJIbHbBIEC TIPOILIECCHI,
MPUBOSIIIME K aKTUBALIMM KITPECCUU PsiJia TEHOB U,
B 4acTHOCTH, 3Kcrpeccuu reHoB Nodal, Lefty-2 u
Ptx2 u 3ammycka CUTHaJILHOTO “KacKaja JIEBOCTOPOH-
HECTH”.

ITunore3a mepeHoca Be3uKyl1 ¢ MOpPG)OreHOM MM
“geHOYHAA MoAeab”. Bricka3zaHa B cepeauHe HyJe-
BbIX TaHako ¢ coaBTopamu (Tanaka et al., 2005), aTa
runoTe3a Oblla B KAKO-TO CTEIIEHU peabuInTanuei
HUAeU o TpagreHTe MopdopreHa B IIPOLIECCE YCTAHOB-
JIEHUSI JIEBO-TIPABOl aCUMMETPUH MJIEKOTTUTAIOIINX
(puc. 3B).

ITomeTB MeMOpaHy KJIETOK C ITOMOIIbIO MpU-
XKW3HEHHOU (yopeclieHTHON KpacKu U Habaonas
MOBEPXHOCTb KJIETOK T€H3€HOBCKOIO y3€JIKa MBbIIIHU
Ha cTaauu 1—3 cOMUTOB, aBTOPbI OOHAPYKUIU, YTO
Moj NEeWCTBUEM JIEBOCTOPOHHETO TOKa KUAKOCTHU
nepeIBUTATNCh JIMMTUIHbBIE TpaHyJibl padmepom 0.3—
5 MUKPOMETPOB, KOTOpbIE JOCTUTAJIU JIEBOIl CTOPO-
Hbl 3MOpHOHA. ABTOpBI Ha3BaJdud TaKue JUMUIHbBIC
rpaHy/bl “BE3UKY/JISIPHBIMU YacTULIAMW T€H3€HOB-
ckoro y3esnka” (‘nodal vesicular parcels’ unu NVPs).

Ecnu 61okuposats peuentopbl FGF-curnanusa-
OUU, TO OJIOKMPYETCS M MOKa3aHHBIM B paboTax jia-
Oopatopuu MaptuHbl BprokHep BCIUIECK KOHLIEH-
TpallM¥ BHYTPUKIIETOUHOTO Kaiblinsg. OO0pa3oBaHNe
JIMIMTAIHBIX YacTULL TPU 3TOM CHJIBHO 3aMeJIsieTcsl,
HO oOpabotka 3apogpineit 6eakom SHH (Sonic
hedgehog) u peTMHOEBOI KMCIOTOM BOCCTaHABIMBA-
€T CKOPOCTh 00pa3oBaHMs TaKux dactuil. [Ipumeua-
TeJIbHO, YTO 00paboTKa 3TUMU CUTHAIBLHBIMU MOJIE-
KyJlaMH 3apoppiireii mociae omoknpoBku FGF-cur-
HaJu3allMy BoccTaHaBIUBaeT (beHOMEH MOBBIIIIEHUS
BHYTPUKJIETOYHOI'O KAJIbLMS B KJIETKAX JIEBOM YacTU
Tena sMOpMoHa. bojiee TOro, aBTOpbl MPOAEMOH-
cTpupoBaiu, uto Kak SHH, Tak n petuHoeBast Kuc-
JIOTa IPUCYTCTBYIOT B CAMUX 3THUX YacTULAX!

Y MyTaHTHBIX SMOPUOHOB MbIIIIEH JIMHUM iV C Ha-
pylieHreM paboThl peCHUYEK TaK1e YacTUIIBI 00pa-
30BBIBAJINCH, OJHAKO UX JIBUXKEHUSI BJIEBO HE HA0I10-
nmanmoch. Ha ocHOBaHMM MOJTydeHHBIX TAHHBIX aBTOPBI
BBIIBUHYJIM MOJIEJIb, KOTOPYIO CAMU Ha3bIBaIU “Yeli-
HouHOI” (‘shuttle-bus model’): TUIIMAOHBIE TPAaHYJIBI
MO/, IeMCTBUEM JICBOCTOPOHHETO TOKA XXUIKOCTH J10-
CTaBJISTIOT CUTHaJIbHBIE MoJieKysiel SHH 1 petnHoe-
BOI KUCJIOTHI B JIEBYIO YaCTh FT€H3€HOBCKOTIO y3eJIKa,
TaM OHM HATaJKWBAIOTCS Ha HETIOMBVIKHBIC PECHIY-
KU 1 pa30UBAIOTCS O HUX, TIPU TOM CUTHAJIbHBIE MO-

EPMAKOB

JIEKYJBI BBIICIISIIOTCS B OOJILIION KOHIICHTpAlluU B
JIEBOM 4aCTU Ie€H3€HOBCKOIO y3eJIKa U UHAYLUPYIOT
3aTeM BCIUIECK BHYTPUKICTOYHOTO KaJIbIIMS U CUT-
HaJIbHbIE MTPOLIECCHI, HEOOXOAUMBIE IJIS1 3aIycKa re-
HOB, OTBEYAIOIIMX 3a “‘JI€BOCTOPOHHMIT Mopdore-
He3”. OcTaTKM JIMIUIHBIX YacTUlL ITOCie JTOCTaBKU
MOP(HOTeHOB K Hy>KHOMY MECTY BCTPanBaIOTCS B KJIE-
TOYHYIO MeMOpaHy M MOTYT 3aTeM BHOBB HCITOJIb30-
BaThCs Is1 (DOPMUPOBAHUS BE3UKYISIPHBIX TPaHYJI.

KAKAA N3 TUITOTES3
HAWBOJIEE ITPABJOITOJOBHA?

Kaxkast u3 Tpex BhIlIeIIpUBEASHHBIX TUIIOTE3 HAM-
6osee BepHa? Iloka emMHOro M OKOHYATEJIHHOTO
MHEHMUSI IO TaHHOMY BONPOCY HeT. 3a YIS IO,
OOHAKO, OMoMexaHW4YecKasl TUIToTe3a MOJydunsia ce-
PbE3HBIN apTyMEHT — C MOMOIIBIO Psila TOHKUX DKC-
MEePUMEHTOB Ha T€HHO-MOAU(PUIIMPOBAHHBIX JIMHU -
SIX MBIIIE ObUIO MMOKA3aHO, YTO, KaK M IIpeAIioaara-
JIV aBTOPHI “MOAEH ABYX TUIIOB pECHUYEK’ , UMEHHO
nponaykT reHa Pkd2 aktuBupyeT 3amyck Kackazga je-
BOCTOPOHHECTH B KPaeBbIX KJIETKAX T'€H3€HOBCKOIO
y3eJiKa, U 4TO MPOUCXOAUT 3TOT 3aMycK Yepe3 Kalb-
LUEBYIO CUTHAIN3ALIUIO.

B HenaBHeM ucciaenosanuu Mommmba 1 ero Kosie-
ru (Yoshiba et al., 2012) monbITaauch pa3oopaThbes, Ka-
KMM 00pa3oM KJIETKU JIEBOW 4YacTU T'€H3E€HOBCKOIO
y3e/Ka OIIyIIAaT TOK Xuakoctu (nodal flow). OHu
TOCTAaBUJIN PSIIl OCTPOYMHBIX 9KCIIEPUMEHTOB Ha JIU-
HUM MBbllIeH, y KOTOPbIX ObLI MPOBEAEH HOK-ayT reHa
Pkd2. CHayayia OHU BHEIpWIN BEKTOPHYIO KOHCTPYK-
nuio ¢ reHoM Nodal B KJIeTKM HEOOJBIIOro yJacTka
MpaBol JlaTepajbHON TJIACTUHKM W TOKa3alu, 4TO
akcripeccust Nodal aktuBMpoBagach BO Bceil jaTe-
paJibHOM MJIaCTUHKE. DTOT Pe3yjbTaT T0Ka3bIBaET, UTO
KJIETKH JIaTepaJIbHOW TJIACTUHKU Y JUHUM MBIIIEN, y
KOTOPBIX ObLT MpOBeeH HOK-ayT reHa Pkd2, obnana-
JOT CTOCOOHOCTHIO K 3Kcrpeccun Nodal.

C noMol1Ibl0 METO/IOB FTEHHOU MHXXEHEPUU UCCTIe-
JIOBaTeU CO3aJIU TPU JIMHUM MBbIIIEH, SKCIPecCu-
pyromux Pkd2 B onpeneseHHBIX permoHax 3apoibl-
ma. B Tpaxcrennoit mmaun Foxa2NNE-hsp-Pkd2-
IRES-LacZ, Pkd2 skcnpeccupyeTcsi o CpeaHeil Jin-
HUM 5MOpUOHA BKJIIOUas reH3eHOBCKU y3enok. [Tpu
CKpelllMBaHUMW TaKOM JIMHUM C MbIIIIaMU, Y KOTOPBIX
npoBeaeH HOoK-ayT reHa Pkd2, y TOTOMKOB OT cKpe-
1IMBaHUS BOCCTaHABIMBAETCS MATTEPH DKCIIPECCUU
Nodal u Ptx2 B JieBoii 1aTepaibHOM TIAaCTUHKE.

Y BTOpOIT TpaHcreHHo# nuHun, NDE-hsp-Pkd2-
IRES-LacZ, skcnpeccuss Pkd2 aktuBupoBaiach B
KpaeBbIX KJIETKaX TI'C€H3CHOBCKOTO Yy3eJIKa, W IpU
CKpEILIMBAHWUU MbILLEN 3TOU IMHUU C MbILLIAMHU, Y KO-
TOpBIX MpOBedeH HoK-ayT reHa Pkd2, skcmpeccus
Nodal u Ptx2 B 1eBoii 1aTepajbHOM TIJIACTUHKE TOXE
BOCCTaHaBJIMBaIacCh.
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Hakonen, y TpeTbeit TMHUM TeHHO-MOIUMUIIN-
poBaHHBIX MBIIIei, dgFoxa2-hsp-Pkd2-1RES-LacZ,
Pkd?2 skcrnipeccrupoBaicst TOJBKO B LIEHTPaJIbHOMN Ya-
CTU TE€H3€HOBCKOTo y3ejika. CKpellMBaHWE TaKuX
MBILIEH C MBbILIAMM, Y KOTOPbIX MPOBEAEH HOK-ayT
reHa Pkd2, He mpMBOAMJIO K BOCCTAHOBJICHUIO MaT-
TepHa 3Kcnpeccun Nodal u Ptx2. DTo 3Ha4YuT, 4TO
JUTSI MTHULIMMPOBaHUS TaTTepHa aKcnpeccuu Nodal u
Ptx2 HeoOxonMMo MpUCyTCTBUE MpoaykTa reHa Pkd?2
WMEHHO B KpaeBbIX KJIETKaX FreH3eHOBCKOTO Y3esKa.
ABTOpBI IOKA3aJI1 TakKe, 4To B Pkd2-curHanmnzaumm
B KpaeBbIX KJIETKaX FeH3€HOBCKOTIO y3€J1Ka IPUHUMAa-
et ygactue nponykT rexHa Cerl2.

3aTeM ¢ IIOMOIIBI0 Te€HHO-MOAN(DUIIMPOBAHHON
JIUHUU, y KoTopoii TeH Pkd2 ObLI CIIIUT ¢ T€HOM CUT-
HaJILHOTO Oejika Venus protein, ObUIO OKA3aHO, YTO
MedeHblit Pkd2 nokanu3yeTcsi B HEMOABMIXKHBIX pec-
HUYKaX KpaeBbIX KJIETOK Fr€H3€HOBCKOI'O y3ejKa.

B xadecTBe MomeM 1T M3YIEHMST 3aITyCKa KacKa-
Jla IeBOCTOPOHHMX T€HOB MCCJIeIoBaTEU UCTIOIb30-
BaJIM JINHUIO T€HHO-MOIUMDUIMPOBAHHBIX MbIIICH
CO BCTPOEHHBIM 3HXaHCcepoM reHa Leftyl, cimmthbiM ¢
reHOM OeTa-JaKTO3U1a3bl; Y SMOPUOHOB TaKUX MbI-
el 06 aKTUBALIMM TeHOB KacKaja JIeBOCTOPOHHECTH
MOXHO CYIMTBL IO M3MEHEHMIO OKpacKu cybcTpara
MOCJIe pacIleIIEHUs eTo 0eTa-TralaKTO3uaa30M.

B skcnepumeHTax Mo AeicTBUIO HAIlpaBJIEHHOTO
(IIpaBOCTOPOHHETO U JIEBOCTOPOHHET0) TOKA KMIKO-
ctu sHxaHcep Leftyl cnemmdpuyeckt ak THBUPOBAJICS
B TOW CTOpPOHE TeJjia, KOTopas MojaBeprajiach Aek-
CTBUIO TOKA XXUJIKOCTU Y HOPMAJIbHBIX SMOPHUOHOB,
HO He y SMOPHMOHOB MHIIIEH, HOK-ayTHBIX 1o Pkd2.
Kpowme Toro, maTTepH aKTUBHOCTH 3TOTr0 dHXaHCepa
Hapyuiajcsa npu o6paboTKe 3apoMbIllIeii BelllecTBa-
MU, BIUSIIOIIMMY Ha KaJIbIIUEBYIO CUTHAIU3ALIMIO —
noHamu Gd**, 2-aMMHO3TOKCUIU(PEHWIOOPATOM U
TaricurapruHoM. OTO I0Ka3bIBaeT KaK BEAYIIYIO POJIb
MEXaHOUYBCTBUTEILHOCTH Yepe3 OeJIOK-TIPOAYKT Ir'eHa
Pkd2 (polycystin-2), Tak 1 yyacTue KaJablLIMEBOU CUT-
Haju3alluy B aKTUBAlLIMU KacKaja JIeBOCTOPOHHECTH.

B 3axiiiounTenbHOM cepun 3KCNEPUMEHTOB aBTO-
pbl co37ald TeHHO-MOAU(UILIMPOBAHHBIX MbIlIEH, ¥
KOTOPBIX PECHUYKU MPUCYTCTBOBAIY TOJIBKO B Kpae-
BBIX KJIETOK F€H3€HOBCKOTO y3ejika. st aToro oHu
WCITOJIb30BaJIM 3HaHUE TOTo (pakTa, 4YTo Misi hopMU-
pOBaHUSI PECHUYEK HEOOXOIMMa 3KCIpeccHust TeHa
Kif3a, koTopbIlii KOgupyeT OENOK, Y9aCTBYIOIINI BO
BHYTPUPECHUYHOM TpaHCcmopTe. Y TOMO3WUTOTHBIX
MBIIIIE JIMHUU, Y KOTOPBIX ObUT MPOBEAEeH HOK-ayT
reda Kif3a, pecHnuknm B 007aCTM TE€H3€HOBCKOIO
y3eska He oopasyroTcs. Ha atom hoHe aBTOpHI 3acTa-
Bwn Kif3a akcmpeccupoBaThCs TONBKO B KJIETKaX
nepudepru TeH3eHOBCKOTO y3eKa, U Y SMOPUOHOB
TaKWX MbIIIEH UMEHHO B 3TUX KJIETKaX BOCCTaHABJIM -
BaJINCh PECHUYKU.
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IIpnnoXuB MCKYCCTBEHHBII TOK XKMIKOCTH, VIC-
ceIoBaTe I TTOKa3ajau, 4TO y TaKUX SMOPUOHOB
MIPOMCXOIUT aKTUBALIMS KacKaa JIEBOCTOPOHHECTH B
JIEBOM 4acTW dMOpUOHA B ciiydyae JIEBOCTOPOHHETO
TOKa U B IIPaBOM YacTW 3MOpHUOHA B CiIydyae IpaBo-
CTOPOHHETO TOKa.

Takvm oO6pa3oM, OCHOBHbIE MOJOXKEHUS “MOAeIN
JIIByX THUIIOB pPECHUYEK’, BbICKAa3aHHbIC TIpPYIINOMi
Maprtunbsl BprokHep: ceHCOpHas pojib peCHUYEK B
KpaeBoil 00J1acCTH TeH3€HOBCKOTIO y3eJiKa U yJyacTue B
aToM Pkd2 m KanblimeBoOil CUTHAIM3AllU, OJIESCTSIIE
NOATBEPAWINCHh B JaHHOM HcClenoBaHuu. Mneu o
BO3MOXXHOW PO MeXaHWYeCKUX (haKTOPOB B paH-
HeM MopdoreHese IMO3BOHOYHBIX BhIABUTAINCH be-
JioycoBbIM eliie B 1970e roasl (Beloussov et al., 1975)
U TIOJTy4YaloT Bce OoJibliiee MpU3HAHUE B Hallle BpeMs
(Beloussov et al., 2006; Keller, 2006; Davidson, Kel-
ler, 2007).

Jlrs nomepu busamepanvHoll cumMmempuu
docmamoyHo ece2o 08yX ObIOUUX peCHUYEK

Emie omHUM 13 CHJIBHBIX apTyMEHTOB B IOJIb3Y
OMOMEXaHMYECKOU Teopru ObLIO OTKPBITHE JIabopa-
Topueii Xamana Toro ¢akTa, 4To JJIsi YCTaHOBJIECHUS
JIEBO-TIPaBOM aCMMMETPUM JOCTaTOYHO, YTOObI OU-
JIOCh Bcero aBe pecHMuYku (Shinohara et al., 2012), a
JUISE TOTO, YTOObI MPUHMMATh CUTHaJI IOCTATOYHO
JIMIIIb HECKOJBKUX PECHUYEK-PEUIIMEHTOB. B cBO-
€M KCCJIeJOBAaHUU SITIOHCKKE YYeHble UCTIOIb30BaIU
HETOKCUYHBIA BA3KUN PaCTBOP METWJILIEIUTIONO3BI U
MoKaszajy ¢ TTOMOIIbIO aHAJIU3a TPAEKTOPUI JBUKY-
IIMXCSI YaCTHUIL, YTO BCE PECHUYKU MEPECTAIOT OUTHCS
MPY KOHIEHTPAIIUM METWJILIEIUTIONO3bI B 1%, a mipu
ee koHIeHTpanuu B 0.5% nuiib 4yacTh U3 HUX MPO-
JloJiKaeT OUThCSI, OMHAKO, MPU 3TOM COXpaHSIETCs,
XOTS M O0CcIabJIEHHBIN, TOK XKMIKOCTH B 00JIaCTH I'eH-
3€HOBCKOTO y3eJIKa.

¥V 3zaponpliieii nocjae Takoi oOpaboTKu, TeM He
MEHEEe, COXpaHSJICSd JIEBOCTOPOHHMII MAaTTEPH 3KC-
npeccuu Ptx2 (00 3KCIIpeccuu 3TOro IeHa CyIuIn C
TTOMOIIBIO TeHHO-MOAU(MULIMPOBAHHBIX MBIIIEH, Y
KOTOPBIX 9HXaHCep reHa Ptx2 ObUI CIIUT ¢ TeHOM Oe-
Ta-TaJaKTo3Maa3bl).

OTO OTKPBHITUE 3aMHTPUTOBAJIO MCCJieoBaTeNe,
U OHU TMOMBITATUCH OLIEHUTh MUHUMAJIbHOE KOJIUYe-
CTBO PECHMYEK, HEOOXOAMMOe I MHULIMAIIAU Jie-
BO-TIpaBoii acuMMeTpuu. [1pu BHUMATEILHOM CKPU-
HUHIe MYTaHTHBIX JIMHUM OHU BBISICHWUJIU, UTO Y HeE-
KOTOPBIX SMOPMOHOB JMHUI dpcd u rfx3 B obiactu
TeH3€HOBCKOIO y3eJIKa ObIOTCSI BCEro HECKOJIbKO
pecHuYeK. ABTOPbI U3ydyasiu OMeHre PeCHUYEeK Y OT-
JIeJIbHBIX DMOPHUOHOB MOIITYYHO, a 3aTeM OLICHUBAJIU
Y KaXXI0ro MHANBUAYAJILHO 3Kcrpeccuio reHoB Cerl2
n Ptx2. YyeHble mokazaiau, YTO JJisI YCTAaHOBJICHUS
aCUMMMETPUYHOTO TaTTepHa 3KCIIPECCUM 3TUX TEHOB
JIOCTaTOYHO OMEHMUSI BCETO 2X peCHUYEK.

4%
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DTO0 XOTS U He TIPSIMOIA, HO TOXXE apTyMEHT B I10JIb-
3y OMOMEXaHMYECKOIl MOJE/IM, TaK KaK TeopeTude-
CKME pacyeThbl ITOKA3bIBAIOT, UYTO IJISI CO3IaHUS Tpa-
JVEHTa CUTHAJIbHBIX MOJIEKYJl HeoOXxoaum Ooee
CUJIBHBIN TOK, Y€M TOT, YTO ITOPOXKIAIOT IBE OBIOIIN-
ecst pecHuk. KpoMe Toro, y Takmx 3apoJibIiieii ObI-
JIO CMJIBHO CHVKEHO Y YHUCJIO HETTOABMKHBIX PECHU-
YeK, pacHojI0KEHHbBIX B KpaeBOU 001aCTH reH3¢HOB-
CKOTO y3eJIKa. DTO 3HAYUT, YTO YCTAHOBJICHUE JIEBO-
MpaBoOil aCUMMETPUM HEOOXOIMMO BCETO HECKOJIBKO
pEeCHMYEK KaK JJIST CO3MaHUs TOKA XUIAKOCTU, TaK U
TSI IpYUeMa CUTHajla.

Hackonvko koncepeamusen makoii mexanuzm?

Xotsa emie B 2002 romy BBIABUTAINCH IIPEAIIONO-
JKEHMSI O TOM, UTO OMeHHEe PECHUYEK U TOK KMIKOCTU
MOXET OBITh BEOYIIMM MEXaHU3MOM ITOPOXICHUS
JIEBO-TIPaBOil aCUMMETPUHU APYTUX TPYIII TMTO3BOHOY-
HBIX >XUBOTHEIX (Essner et al., 2002), mo cepeanHbI
2000x OGOJBIIMHCTBO HMCCJeaOoBaTeIe JIeBO-IIpaBoit
aCUMMETPHUH TTO3BOHOYHBIX CYUTAJIO, UTO MEXaHU3M
WHUIIMALMY JIEBO-TIPABOM aCUMMETPUM 4epe3 Oue-
HUE pEeCHWYEK M CO3IaHWE JICBOCTOPOHHETO TOKa
KUAKOCTYU YHUKAJICH TSI MJICKOTIUTAIOIIUX.

Opnaxko yxe B 2005 roay nmossisieTcst padboTta Dc-
CHepa U ero amepukaHckux Koyuter (Essner et al.,
2005), B KOTOpOi1 OBLIO MOKAa3aHO, YTO B KyIdepo-
BOM My3bIpbKE PBIObI-3¢0pbl (Danio rerio), Tak ke
KaK B TE€HE3€HOBCKOM Y3€JKe MJICKOIMTAIONIINX,
MPOMCXOAUT OUEHUE PECHUYEK, U UTO PECHUYKHU ITU
HEO0OXOIUMBI IJISI HOPMAJIbHOT'O YCTAaHOBJICHUS JIEBO-
paBoii aCUMMETPUU.

Bo-nepBbiX, aMepuKaHCKUE UCCIIEIOBATEIN TIPO-
JIEMOHCTPHMPOBAJIM, YTO I'eH JICBO-IIPAaBOr0 JMHEHHA
Lrd skcrnpeccupyeTcss B KJIeTKaxX KyThJIepOBCKOTO
my3bIpbKa, MMEIIUX pecHn4Yku. Kpome Toro, 3a-
CHSIB IBMIKEHME MMKPOYACTUIL B 00JIacTH Kyridiie-
POBCKOTIO ITy3bIpbKa W IIPOAaHAIM3UPOBAB UX TPacK-
TOpUM, HMCCJIENOBAaTEIU ITOKa3aI1, YTO OMEHUE pec-
HUYEK CO3IaeT JICBOCTOPOHHUI MOTOK XXUJIKOCTH,
MOoA00HO TOMY KaK 3TO OpraHM30BaHO U Y MJIEKOIU-
Tatomux. JlaHHBIE pe3yabTaThl 3aCTaBUJIM DCCHeEpa
MPEaITON0XKNTh, YTO (PYHKIINUS PECHUYEK Y PHIO 1MO-
X0Xa Ha Ty, UTO OHU UTPAIOT Y MJIEKOMUTAIONIUX, U
4TO OHM UTPAIOT BEAYIIYIO POJIb B MHUIIUALIAM JIEBO-
npaBoii aCUMMETPUU.

Wcnonb3yst TOHKUWI JIyd Jia3epa, UCcaeaoBaTean
HayYUJINCh aKKYpPaTHO Cpe3aTh PECHUYKU C KIIETOK,
U3 KOTOPBIX (hOPMUPYIOT KYMN(PIAECPOBCKUI My3bIpeK
HEMOCPEACTBEHHO Iiepea HavyajioM (GOpMUPOBAHUS
3TOi cTpyKTYphl. Bosee yueM y 80% 3MOpUOHOB I10-
clie Takoil mpoleaypbl HaGmomaIuch aedeKThl B
¢dopMuUpoBaHUM JIeBO-TIpaBo acummetpuu. OOpa-
0OTKa pa3BUBAIOIINXCS 3MOPUOHOB C IIOMOIIBIO
OJOKUPYIOIIUX CUHTE3 JIEBO-TPAaBOro JITWMHEHWHA
MoOp@dOoNIMHA MPUBOAUT KaK K OCIA0JIEHUIO U Jaxke
WCYE3HOBEHUIO TTOTOKA XXUJIKOCTU, TaK Y K aHOMAaJIH-

EPMAKOB

SIM B YCTAHOBJIEHUU JIEBO-MIPABOii aCUMMETPUU U, B
YaCTHOCTH, K aHOMAaJIUSIM CeplIeuHOro TOBOPOTa U B
aKcnpeccuu reHoB Ift2 u Ift1. Dtu pesynbrarel yoeau-
TEJILHO I0Ka3aJI1, YTO HE TOJIbKO Y MJICKOITUTAIOIIIUX,
HO ¥ y NIPEACTaBUTEJIeH IPYroro Kjiacca mo3BOHOY-
HBIX — pbIO, OMEHME PEeCHUYEK HEOoOXOAWMO s
YCTaHOBJIEHUSI JIEBO-MTPABOi aCUMMETPUH.

Posb OueHust pecHUYEK B paHHEM Pa3BUTUM aM-
(ubmit ObITa OTKpHITA €Ille Yepe3 HEeCKOJIbKO JIeT.
OT1OoT (beHOMEH He TaK IMPOCTO HabIoaaTh y aMpu-
O1i1, TaK KaK OBIOTCS PECHUYIKY KJIETOK KPBITITH TacT-
poliesisi, TO eCTh U OMeHUe PecCHUYEK U TMOopoxkKaae-
MBIl UMY TOK CIIpsSITaHBI BHYTpH 3MOproHa. KprhItry
racTpoliesisi aMduobuit obOpa3yloT BBEPHYBIIIHECS
KJIETKH IIITIeMaHOBCKOTO OopraHM3aTopa aMmpuomit —
rOMOJIOTa TeH3€HOBCKOTO y3eKa MJIEKOTTUTAIOIIMX.

Hab6mromast Hag AgopcallbHBIMU SKCIUIAHTATAMU
KPBIIIY TaCTPOLIEJIsI 3apobIleit KceHomyca (Xenopus
laevis), birym 1 ero HemMelKre KOJUIETH C IIOMOIIIBIO
MPVKU3HEHHON MUKPOBUIEOCHEMKY TTOKA3aJIU, YTO
PECHUYKHM OBIOTCSI B 3TOM 00J1aCTU Y MOPOXKIAIOT Jie-
BOCTOPOHHMU TOK uakoctu (Schweickert et al.,
2007; Blum et al., 2009). PecHn4Ky HAaYMHAIOT I1OSIB-
JISTBCSI B KJIETKAX ATOTO perMOHAa 3apojblllia Ha CTa-
oun 14, mocTUTalOT CBOEro Makcumyma B 250—
270 pecHuuek Ha craauu 16, a Ha ctaguu 20 ncyesa-
1oT. Bosbiiast yacTh peCHUYEK, KaK U 'y SMOPUOHOB
MBI, OPUEHTUPOBaHa Ha3am. B aTux kjieTkax npu-
CYTCTBYET JICBO-IIPaBblii TMHEHWH U MOHHBII KaHal
polycystin-2, urparoiime BasKHYIO pOJIb B YCTAHOBJIC-
HUU JIEBO-IIPABOIl aCUMMETPUU Y MJICKOITUTAIOIINX.

C IOMOIIBIO aHa/IM3a TPACKTOPUIT MUKPOYACTHIIL
ObLIa IToJlydeHa MHGOpMaLMs O HalpaBJICHUM TOKA
xunkoctu. Ha craguu 14 Habmonaiock TOMBKO Opo-
YHOBCKOe nBMxkKeHue. OILIYTHUMBINA JIEBOCTOPOHHUMN
TOK ITOBJIIeTCS Ha cTanusax 15—16, Ha ctanuax 17—18
OH JOCTUTAeT MakKCcMMyMa, a K ctaguu 20 CHJIBHO
cJIabeeT U 3aTEM MCYE3AET.

ITpumeuatenbHO, YTO M y MBIIIM U Y KCEHOIyca
MOYTH COBITANAIOT KaK JIMHA peCHUYEK (5 MUKPO-
METPOB), TaK U ux kKojuyectBo (200—300 y mMbImm
(Shiratori, Hamada, 2006; Nonaka et al., 1998) un
240—270 y Xenopus (Schweickert et al., 2007).

BxanpiBanue pacTBopa METWIILIEILIIONO3bI BHICO-
KO BSI3KOCTH Ha cTaausix 14—18 mpuBOANIIO K BBICO-
KOU CTETNEHU aHOMAJIU YCTAHOBJICHUS JIEBO-TTPABOU
aCUMMETPUHM Y 3aPOJBIIIEN U HAPYILIEHUSIM B IaTTep-
Hax akcnpeccun reHoB Nodal u Ptx2. BkansiBaBaHue
pacTBopa MeTWILICIIIOJIO3bI Ha ctagusx 19—20 Tak-
K€ MPUBOIWJIO K aHOMAJIMSM B YCTAHOBJICHUH JIEBO-
MpaBoOii aCUMMETPUU, HO JIUIIb B HEOOJIBIIION cTene-
HU. Pe3ynbraTbl CBUAETENLCTBYIOT O TOM, YTO IIO-
poXIaeMblii OMEHHMEM PpEeCHUYEK JIEBOCTOPOHHUM
TOK XUIKOCTHU B KPHIIIE TaCTPOLEIISI HEOOXOAUM IJIsI
3aIrycka JIeBOCTOpoHHero kackaaa Nodal-Ptx2 B se-
BOI1 OOKOBOI MJIACTUHKE M JJII KOPPEKTHOIO yCTa-
HOBJIEHUS JIEBO-IIPABOi aCUMMETPUHU Y aM(PUOUTA.
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YCTAHOBJIEHUE JIEBO-TTPABOM BUCLIEPAIbHOM ACUMMETPUU

OTKpBITHE OMEHUS PECHUYEK U JIEBOCTOPOHHETO
TOKa HE TOJIBKO Y MJICKOITUTAIOIINX, HO M 'y PHIO 1 aM-
GbubUit MO3BOISIET BBIABUHYTh THUIIOTE3Y O TOM, YTO
TaKOI MEXaHU3M CJIOMa CUMMETPUU BO3HUK Y TI03BO-
HOYHBIX TaBHO U JOBOJIbHO IIMPOKO PACIIPOCTPaHEH
(Blum et al., 2009).

OTKPbLITBIE BOITPOCbHI MOJEJIN

Hawnbomnee ameKBaTHOM MOIEIBIO YCTAHOBJICHMS
JIEBO-TIPAaBOil aCUMMETPUM Y MJIEKOIIMTAIOIINX, Ha
Halll B3IJIsII, MIPpeCTaBisieTcsl 4X aTarmHas cxeMa JIieBO-
IPaBOro aCUMMETPUYIHOTO MopdoreHesa, mpeIoXKeH-
Hasg Xamana ¢ coapropamu (Hamada et al., 2002).

ABTOpBI JAHHOI MOJIEJIU BBIAEISIOT YETHIPE CTAIUN:

Cranusg 1. ITotepst bunaTepajibHOI CUMMETPUU U
MOpOXAeHUe JEeBO-MpaBoii acuMMeTpuu. bueHue
pecHUYEK B 00JaCTU TE€H3E€HOBCKOTO Y3€JKa, TOK
xunkoctu (nodal flow).

Cranms 2. [lepeHoc curHaina. B xone atoii ctanum
CUTHAJ TiepeaaeTcs U3 00JIaCTU T€H3€HOBCKOTO y3€JI-
Ka B Me304epMYy JICBOI OOKOBOM TNIACTUHKM.

Cranusa 3. Kackan ¢ ydactueM reHoB Nodal u
Lefty2 B neBoii OOKOBOI IJIACTUHKE. AKTHBALIUS
aKcrpecun Ptx2.

Cragust 4. ACMMMETpUYHBII MopdoreHes. Dop-
MUPOBAHUE Ceplilla U MOBOPOT CEpACYHON TPYOKH,
doMmpoBaHIEe pa3HBIX JOJIEH cepAlla, aCHMMETPUI-
Hasl perpeccusi CHMMETPUYHBIX CTPYKTYP, GOpMUPO-
BaHVE aCUMMETPUYHBIX JIETKMX 1 TTUILEBAPUTETbHOM
CHCTEMBI.

Wnes o Benyieit posit OMeHWsST pECHUYEK B CIIOME
CUMMETPHUU U YCTAHOBJIEHUH JIEBO-TIPABO acCUMETPUN
Yy MJIEKOITUTAIOIINX B HACTOSIIIIEe BpeMsl HarboJiee Mmo-
MyJIIpHA. 3a IpoIe/IIIne ¢ OTKPhITUS B 1998 Tromy Toka
KUJIKOCTM B 00JaCTM Te€H3EHOBCKOro y3ejika (nodal
flow) caenaH GOJIBIION MPOTPecC B U3YyICHUN MEXaHU3-
Ma TIOTepU CUMMETPUU U YCTAaHOBJICHUU JIEBO-TTpaBOiA
aCUMMETPH1HU, OJHAKO JI0 CUX MOP OCTAOTCSI OTPOMHbIE
MpoOeIbl B HAllleM MOHMMaHuU 3Toro peHomeHa. Kak
YK€ YIIOMMHAJIOCh, HEIABHO B paboTax JiabopaTropyuu
Xamabl ObLIO yOenIUTeTbHO MOKa3aHo, YTO MEXaHUYe-
CKUI1 cUTHAJ TTepeaaeTcsl C MOMOIIIbIO KaTbLIMEBOTO Ka-
Hasa polycystin-2 1 4TO TPX 3TOM TTOBBIILLIAETCS] BHYT-
PUKJIETOUHBIN KaJblIMi, OMHAKO JO CUX IMOpP HESICHO,
KakK UMEHHO KaJIbIIMEBBIN Kackaj 3aycKaeT IKCIIpec-
cuto reHa Nodal (Yoshiba et al., 2012).

HenoHsiTHO, 4YTO MMEHHO HOPOUCXOAWUT Ha II0-
clielHEM, 3aKJII0UMTEIbHOM 3Tare U KakKiuM o0pa3oM
skcrpeccus Ptx2 HampasisieT JIEBOCTOPOHHUIT MOP-
doreHes.

He Tak Bce 0AHO3HAYHO U C UCKITIOUUTEIBHOCTHIO
poau Nodal B 3anmycke akcnpeccun Ptx2. B paborax
nmabopatopun bxaTTauapbs ¢ IMHUEH MbIIEH, My-
TaHTHBIX 1o TeHy Cited2 (Bamforth et al., 2004), Ob1-
JIO TTIOKA3aHO, YTO Y SMOPHOHOB TAKMX MBIIIIE TOXE
Pa3BUBAIOTCS CEPbEe3HbIC AHOMAIMU B YCTAHOBJICHUU

OHTOT'EHE3 Ne 5

ToM 44 2013

353

JIEBO-TIPABOl aCUMMETPHUU, TEPSETCS DKCIPecCus
Ptx2 u Nodal B jieBoii J1aTepajibHOU IJIacTUHKE. Pe-
3yJIBTaThl MMO3BOJISTIOT MPEANOI0XUTh, YTO ITPOMLYKT
9TOro TreHa JIM0O 3aIlyCKaeT CHUTHaJIbHBIA KacKaj
Nodal-Ptx2, 1160 B 3HAYUTEIBHOI CTEIICHU IIepe-
KpbIBaeTcs ¢ 3TUM Kackagom. Kpome toro, Ptx2 He
BIMUSIET Ha JIEBOCTOPOHHEE ITO3MIIMOHUPOBaHUE
cepaua (Liuetal., 2001), 4To TOBOPUT O TOM, YTO 3TOT
MIpoLecC HOKEH KOHTPOJIMPOBATHCS IPYTMM CUT-
HaJbHBIM KacKaJioM, 3aryckaeMbiM Nodal.

BrIcka3pIBaloTCS apryMeHTHI M B TIOJIb3Y CYIIE-
cTBOBaHMs He3aBucumoro ot Nodal kackama KOH-
TPOJIST HAIl YCTAHOBJICHUEM JIEBOCTOPOHHETO MOP(dO-
reHes3a. B pabote rpymnmnsl Hoppuca 6b110 mokaszaHo,
qto TeH Abliml 3kcrmpeccupyeTcs B Me3o0aepMe Jie-
BOIi, HO HE IpaBOW JlaTepaJbHOM TJIACTUHKM, MPU-
YyeM KakK B MPUCYTCTBUU, TaK M B OTCYTCTBHE DKC-
npeccuu reHa Nodal (Stevens et al., 2010).

KocBeHHBIM TOKa3aTeTLCTBOM TOTO, YTO MOTYT CY-
1LIECTBOBATh U APYTUe CUTHAJIbHBIE ITyTH, OTBETCTBEH -
HBbIE 32 YCTAaHOBJICHUE JIEBO-TIPABOM aCUMMETPHHU Y
MJIEKOMUTAIOILIMX, SIBJISIETCS OTKPBITUE B XOJIe peliec-
CUBHOTO CKPUHWHTA TPYIITHl MyTaHTHBIX IMHUM MBI-
1reit gasping (6 MyTaHTHBIX JIMHWH gpg 1—06), y SMOpH-
OHOB KOTOPBIX HApyIIeHO HE TOJBKO YCTAaHOBJICHME
JIEBO-MIPaBOI BUCLIEPAIbHOM aCUMMETPUU, HO TaKXKe
pa3BUTHUE MO3Ta (3K3eHIIedans) 1 KOHeYHOCTe (I1o-
supaktwius) (Ermakov et al., 2009). Takoii pe3yabrat
TO3BOJISIET TIPEATIONIOXUTE CYIIIECTBOBAHNE CUTHATh-
HOTO KacKajia, BUSIIOIIEro He TOJIbKO Ha (hopMUpoBa-
HUE JIeBO-TIpaBOM aCMMMETpPHH, HO M Ha OpraHu3a-
LIMIO MO3Ta U KOHEYHOCTEH.

YcraHOBIIEHME JIEBO-TIPABOM aCUMMETPUU MJIE-
KOIIMTAIOIINX — CJIOKHO OPraHM30BaHHbII OMOJIOTH -
yecKuii MopdoreHes, B KOTOPOM TOHYANIIINM oOpa-
30M COYETAIOTCS OMOXMMUYECKME M MOP(POreHETH -
YecKue IIPOLIECCHI. DTOT MPOLIECC A0 CUX MOP IIJIOXO
noHsITeH. 111 6oJiee MOJTHOTO MTOHUMAaHUS MeXaHU3-
MOB YCTAaHOBJICHUSI JIEBO-TIPAaBOl ACUMMETPUH Y
MJIEKOIIMTAIOINX HEOOXOAMMO OOBEIMHEHUE YCH-
JINIA He TOJIbKO SMOPUOJIOTOB 1 TeHETUKOB, HO 11 O10-
($pU3MKOB, MaTeMaTUKOB, MEXaHUKOB, pPEOJIOTOB,
CTPYKTYPHBIX OMOXMMMKOB, KpHcTaiorpagoB u
CIEIMAJIMCTOB 10 KOMBIOTEPHOMY MOJIEIMPOBAHUIO.
Hzyuenue s1Oor0 MOp(doreHesa — 3aMedyaTeSTbHBIN
IIPUMEP TOr0, HACKOJIbKO TECHO TeHETUKA U MOJIEKY-
JISpHasi GUOJIOTUSI MOTYT CMBIKATBCSI C MEXaHUKOM
MOJIEKYJISIDHBIX MaIlllUH, HENOCPEACTBEHHO YYaCTBY-
IOILIMX B TIOCTPOESHUU MOPGOJIOTUUECKUX CTPYKTYP.
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Abstract— During individual development of vertebrates, the anteroposterior, dorsoventral, and left—right
axes of the body are established. Although the vertebrates are bilaterally symmetric outside, their internal
structure is asymmetric. Of special interest is the insight into establishment of visceral left—right asymmetry
in mammals, since it has not only basic but also an applied medical significance. As early as 1976, it was hy-
pothesized that the ciliary action could be associated with the establishment of left—right asymmetry in mam-
mals. Currently, the majority of researchers agree that the ciliary action in the region of Hensen’s node and
the resulting leftward laminar fluid flow play a key role in the loss of bilateral symmetry and triggering of ex-
pression of the genes constituting the Nodal—Ptx2 signaling cascade, specific of the left side of the embryo.
The particular mechanism underlying this phenomenon is still insufficiently clear. There are three competing
standpoints on how leftward fluid flow induces expression of several genes in the left side of the embryo. The
morphogen gradient hypothesis postulates that the leftward flow creates a high concentration of a signaling
biomolecule in the left side of Hensen’s node, which, in turn, stimulates triggering of gene expression of the
Nodal—Ptx2 cascade. The biomechanical hypothesis (or two-cilia model) states that the immotile cilia locat-
ed in the periphery of Hensen’s node act as mechanosensors, activate mechanosensory ion channels, and
trigger calcium signaling in the left side of the embryo. Finally, the “shuttle-bus model” holds that leftward
fluid flow carries the lipid vesicles, which are crashed when colliding immotile cilia in the periphery of Hens-
en’s node to release the contained signaling biomolecules. It is also noteworthy that the association between
the ciliary action and establishment of asymmetry has been recently discovered in representatives of the lower
invertebrates. In this paper, the author considers evolution of concepts on the mechanisms underlying estab-
lishment of visceral left—right asymmetry since 1976 until the present and critically reexamines the current
concepts in this field of science. According to the author, serious arguments favoring the biomechanical hy-
pothesis for determination of left—right asymmetry in mammals have been obtained.

Keywords: left—right asymmetry, morphogenesis, mouse, cilia, mammalian embryology, biomechanics, Nod-
al, Ptx2, Lefty-1, Lefty-2
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AHanu3s CpaBHUTC bHO—BMGleOJ’lOFI/I‘{CCKVlX n MOJ'leKyﬂﬂpHO—6VlOJ’lOFI/I‘{CCKI/lX JAaHHBIX IPUBOAUT K 3aKJTIO-
YEHUIO, YTO B TIPOIIECCE IBOJIOIMH XKUBOTHBIX Y TIPEIKOB COBPEMEHHBIX TYOOK M 3yMeTa30a TiepBOHAYaIb-
HO BO3HUKJIM YHUBEPCaIbHbIEe 6a30Bble MeXaHU3Mbl MOpGOreHe3a, KOTOPbIe MOCIYKUJIU OCHOBOM pa3any-
HO 3BOJTIONINY WHANBHUIYAJIbHOTO pa3BUTHS B IMHUY Parazoa u Eumetazoa. Y nmepBbix MopdoreHe3 B paH-
HeM »MOpHoreHe3e HMeEJT CBOMM MTOrOM (HOpMHUpPOBaHUE BOJOHOCHOM CHUCTEMBI KaK CpeacTBa
VJIaBIMBAaHUS U JOCTaBKU MUIIEBBIX YaCTHUIL B Pa3IMIHbIC YACTH KMBOTHOTO. Y BTOPBIX MOP(MOTreHeTHYIe-
CKMe NBUXEHUS MIPUOOpESN XapakTep racTpyJsiliMy, B XOAe KOTOpoil (hopMUPOBaIUCh 3apOAbIlIeBbIe
JIMCTKM U TIMILeBapUTeibHast cuctemMa. MopdoreHeTnueckre I1BUKEHUS KIEeTOK Yy Metazoa BOBHUKIIM He-
3aBUCHUMO OT ITPOLIECCOB KJIETOUHOI crielipuKaiuu. OHY MepBUYHBI CPABHUTEIBHO C KJIETOUHOM nudde-
peHanueii. He Hanuuue 3aponbliieBbIX JIMCTKOB, HO CXOJCTBO MeXaHM3MOB MopdoreHe3a JeXUT B 0C-
HOBe eIUHCTBa Bcex Metazoa.

Karoueswbie cnosa: racTpysiliyvs, 3apoblleBbie JIMCTKA, MOpdoreHes, aBoJitolus, Parazoa, Metazoa, ryo-

KM, KHugapun, Wnt-CUTHaJIMHL.

DOI: 10.7868/S0475145013050029

CaMoI0CTaTOYHOCTh HayKW O Pa3BUTHUM 3apOIbI-
111ei, Mpo0aeMbl KOTOPOI BOJTHOBAIM €CTECTBOMCIIbI-
Tarejiel ¢ aHTUYHBIX BpPeMEH, ObLIa, MO-BUIUMOMY,
oco3HaHa B 1840-e romsl 1mmocie BhIXOJA B CBET pabOT
K.M. bspa, odepTUBIINX KPYr BOIPOCOB, KOTOPHIE
BCTAIOT Tepel UCCIeN0BATENSIMU, MBITAIOILIMMUCS O~
HSITh 3aKOHOMEPHOCTHM WHIMBUIYAIbHOIO Pa3BUTHUS
XUBOTHBIX. CaM TepMUH “2mOpuonoeus”, B HAyIHOM
o0uxoe BrepBbie MOSIBUICS, BEpOSITHO, B 1842 roay B
cratbe Kapna @orta “ Embryologie des salmons”, koTo-
past ObUIa onyoiaukoBaHa B “EcTtecTBeHHOI MCTOpUM
puI0 pecHbIX Bog EBporbl” mox pemakumeit JI. Arac-
cuna (C. Vogt, 1842). K atomy Bpemenu X. [lanaepom
n K. bapoM Ob110 pa3paboTaHO ydeHHME O 3apObIIlIe-
BBIX JINCTKaX, KOTOPOE CTaJI0 KPaeyroJbHbIM KAMHEM
CPaBHUTEILHOUN 3MOpHoorun. BhIsICHUIOCH, YTO MO
3aBepllieHUH Apo0aeHus U (GOPMUPOBAHUM OJIACTYJIbI
Yy XXMBOTHBIX 00pa3yloTcsi 060CO0IEHHbIE B MPOCTPAH-
CTBE KJIETOUHBIE TEPPUTOPUU — 3apo0biilesbie AUCKU.
Kapn bap cuurain, 4To 3apoablieBbie JUCTKU — YHU-
BepcaibHbIe CTPYKTYPhI, KOTOPbIE BO3HUKAIOT Ha paH-
HUX 3Tarnax 3MOpUOTeHe3a BCeX HO360HOUHbIX KUBOT-
HbIx. [To3naee Anekcannp KoBanesckuii (1871) mmoka-
321, 4TO (HOPMUPOBAHUE 3APOIBIIIEBbIX JIMCTKOB
SIBJISIETCST OOILIMM CBOMCTBOM 3MOPUOHAIBHOTO pas-
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BUTUSI BCEX MHOTOKJIETOYHBIX XKMBOTHBIX, BKITIOYAST
0ECITO3BOHOYHBIX. [OMOJIOTMYHBIC U YHUBEPCAJIbHBIC
17151 Becex Eumetazoa 3apopliiieBble TUCTKY TTOTY YT
HauMEHOBaHME BKTOACPMBI M DHTONEPMBI. DTU Tep-
MUHBI TIEPBOHAYAJIBHO OBLIY UCITOJIb30BAHBI IJISI OTTU -
caHusl aHaToMuM B3pocibix Crpekatoiux (Allman,
1853). IIpuHsTast HBIHE HOMEHKJIATypa JUCTKOB — K-
ToJepMa, BHTo/IepMa U Me3oJepMa — ITPOYHO BOIILIa B
AMOPUOJIOTUYECKYIO JIUTEpATypy BMECTe C TeopHei
ractpeu B. [ekkens (E. Haeckel, 1874), yuemy crioco6-
CTBOBAJI BUIHBIN aHTIUICKMI 30010T Peit Jlankectep
(E. Ray Lankester, 1876 mio: Beetschen, 2001).

BaxxHbIM 3TarmoM pa3BUTUS YYSHUS O 3apOAbIIIe-
BBIX JIUCTKaX ObLIO YCTAaHOBJICHUE MPUHUUNA CHell-
¢huunocmu, COrJIaCHO KOTOPOMY KaXKIbIii 3apOAbIIIIC-
BbIi JINCTOK Y Pa3HbIX )KUBOTHBIX JA€T OJMHAKOBBIMN
KpYT IIpou3BOAHBIX. HapyXHBI JUCTOK, WIN 3KMO-
depma SIBJISIETCSI UICTOUHUKOM TTOKPOBHOI 11 HEPBHOM
TKaHW. BHYTpeHHMI NUCTOK, WIN 3HModepma IaeT
NUILIEBAPUTEIILHYIO CUCTEMY. Y TPEXCIOUHBIX KH-
BOTHBIX KPOM€ 3TUX JIBYX 3a4aTKOB MMEETCS elle U
CPEeIHUI1 JINCTOK, WIN Me300epma U3 KOTOPOii obpa-
3yeTCs MyCKyJaTypa, COeIMHUTeNbHas TKaHb, KPOBb,
LEJTOMUYECKUNA BIUTEINNA, XPSAILIEBOW M KOCTHBIU
ckeJieThl. IIpu3HaHMe TOMOJIOTMM 3apOJbILICBBIX
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JIMCTKOB y MpeACTaBUTENIEll BCeX TPYMIT XKUBOTHBIX
€O37aJ10 TIPOYHYI0 OCHOBY IJIsSI CPaBHUTEIbLHO-3M-
Opurosorndeckmux uccienoBanuii. Kak momyepkusan
Halll 3aMeydaTteabHbli cooTteyecTBeHHUK II.I. Caet-
JI0OB, 0€3 TEOpUM 3apOAbIIIEBBLIX JHUCTKOB CpaBHU-
TeJbHasl 9MOpUOJIOTUS “IpeBpalaeTcs B Xxaoc hak-
ToB” (CBeTioB, 1963).

B HacTosiee Bpemsi mpoiiecc IepBoOHAYaIbHOTO
MoOp@dOreHeTYeCKOro Impeodpa3oBaHusI OJIaCTYIIbI, B
X0Ae KOTOPOTO MPOMCXOAUT HPOCTPAaHCTBEHHOE
000co0IeHMEe 3apOABIIIEBLIX JIUCTKOB, IIPUHSITO Ha-
3bIBaTh eacmpyaayueii (OT Tped. YOL.OTP — KeTyI0K),
TaK KakK 3TOT Mpoliecc y MPUMUTUBHBIX (DOPM 3aBep-
11aeTcsi oOpa3oBaHUEM apXeHTEpPOHA, WU TepBUY-
HOTO KMIlIeUHUKA. [acTpyasiiiisi MPOUCXOAUT Y BCEX
TUITIOB MHOTOKJIETOUHBIX JKUBOTHBIX 32 UCKIIOUECHU-
eM T'yOOK, TKaHeBasi OpraHu3alMsi KOTOPBIX CYyIle-
CTBEHHO OTJIMYaeTcsl OT opraHm3anum Eumetazoa.
Y ryboK HET 3HTOIEPMBI 1 HUKOTIAa — HU B SMOpPHO-
reHese, HU Iocjie MeraMopdo3a — He oOpa3yeTcs ra-
CTpajibHasI OJIOCTb.

TacTpynsuuys, Oyaydyu KJI04eBbIM COOBITUEM paH-
HEro OHTOreHe3a, ¢ MOpdoreHeTUYECKON TOUKM 3pe-
HUSI HE SIBJISIETCS KAKUM-TO YHUKAJIBLHBIM 1 BBICOKO
crieuuuUYecKUM IIpolieccoM. Jlexanire B OCHOBE
racTpy/siliuM IIEpeMEIleHMs] KJICTOYHBIX IIJIACTOB
VUIA MUTPALA ME3E€HXUMBI SIBJISTIOTCS YACTHBIM IIPO-
SIBJICHWEM OOILIMX IIPUHIUIIOB MOpdoreHe3a, KOTO-
pbI€ UCHOJB3YIOTCS IS peaju3alliid M WHBIX IIPO-
LIECCOB Ha 0oJjiee MO3OHUX CTaaMsIX pa3BUTHUI. B oc-
HOBE (DOPMUPOBAHMS 3aPOABIIIEBBIX TUCTKOB JIEXKAT
pa3nyHble MOP(MOreHETUYECKHUE IIPOLIECCHI, B TOM
qucie unepeccus (UmMmuepayus), snuboaus, 0eramuHa-
yusl u uneazunayus. TacTpynsiuus MmyTeM UHIPECCUu
obnrryHa W11 Crpekaroninux. Eciiv BeiceieHUE HOCUT
IMOBCEMECTHBIN XapaKTep, TOBOPSIT O MYAbMUNOAAD-
HOU uMMu2payuy; €Civi XXe OHO COCPEIOTOYEHO B OJ1-
HOM 00J1acTy 3apojplilla, €€ Ha3bIBAIOT YHUNOAAPHOU.
[Tpu racTpyJasiliuM MyTeM KAemo4HOU OeaaMUHAuuu
3JIEMEHTBI 9HTOJIEPMBI 00PA3yIOTCS B pe3yabTare Ha-
MpaBJISHHOIO AEJICHUS KJIETOK 0JIaCTy/Ibl, MUTOTHYE -
CKHe€ BepeTeHa KOTOPBIX OPUEHTUPOBAHbI IEPIICHIM -
KYJISIPHO TTOBEPXHOCTU 3aponbiimia. MopyasapHoil de-
AamuHayuell Ha3bIBAalOT 00Opa3oBaHME 3SHTOIEPMbI
nyTeM creun¢UKaluKY KJIETOK, 3aHUMAIOIINX BHYT-
PEHHIOIO YaCTh MOPYJIbL. [acTpy/Isaiins MOXET Ipouc-
XOOWUTb M BCJIAEACTBME BIISTYMBAHUS SIUTEIMAILHOM
CTEHKU OJIaCTYJIbl, WIN UH8asuHayuu. Ecau BHyTpeH-
HUMU 3HTOJEPMAJILHBIN CJION 00pa3yeTcs B pe3yJibTa-
Te o0pacTaHusl BHYTPEHHUX KJIETOK MOBEPXHOCTHBI-
MU, TOBOPST 00 snuboauu. Yacto nmpu odbpaszoBaHUU
3apOJIbIIIEBBIX JIMCTKOB COYETAIOTCS pPa3HbIE€ TUIIbI
KJIETOYHBIX JIBUXEHUI. Y TI03BOHOYHBIX IIUPOKO
MPEICTABIIEHO KOHBEP2EHMHOE BbIMSICEHUE.

MopdoreHeTndecKkre IBMKEHMSI, KOTOpbIe o0ec-
MEYMBAIOT TacTPyJSALUI0, UMEIOT B CBOEl OCHOBE
pa3IUYHbIC Y BIOJHE YCTOMUMBBIE KJIETOUHbBIE, MO-

JIEKYJISIpHbIE U TeHETUUECKHEe MEXaHU3MBI, KOTOpbIE
aKTUBUPYIOTCS OOBIYHO HA CTAIWM IO3IHEN OJIacTy-
Jbl. CrienduKais KJISTOK 3apoIbIiia ITpeacTaBIIsI-
€T 0cOoOBbIl Kiacc siBaeHuii. OHa XXeCTKO He CBSI3aHa ¢
MOp(I)OI‘eHeTI/l‘{eCKI/IMI/I JOBU2KECHUAMMW B paHHEM OM-
OpMoreHe3e, 1 MOXET peajln30BaThCs KaK B IIEPUO,
JIpo0JIeHUsI, TaK U nocJie Hero. [lepeMeraTbcst MOTYT
M TeTepOTeHHbIC KJIETOYHBIE IIJIACTHI, COAepXKaIlue
pa3IuYHbIC TIPE3YMIITUBHEBIC 3a4aTKU, U OJHOPOI-
HbIe, TuddepeHINPYIONIUECS B XOA¢ WIN II0CIE 3a-
BEpIICHUS TaCTPYJISILINH.

MBI nojiaraeM, 4To YHUBepPCAJIbHbIE MEXaHU3MbI
BIUTENAILHOTO ()OPMOOOPa30BaHUSI, PABHO KaK U
MeXaHU3MBbI, oOecleyuBalonnue 3MUO0NUI0, IpU
KOTOPOW OJIMH CJIOi KJIETOK pachpocCTpaHsieTcs 1o
MOBEPXHOCTHU APYTOT0 CJOS, UJIM UHTPECCUIO U M-
rpainuio Me3eHXUMbl, BOSHUKJIM B MIpoliecce AOJAToM
3BOJIIOLUY HE3aBUCUMO U CYIIECTBEHHO PaHbIIIC Ta-
CTPYJISIIMU, KaK cnoco0a oOpa3oBaHUS 3apOAbIIie-
BBIX JIUCTKOB. MopdoreHeTu4ecKue ABUKEHUS, C
MOMOIIBIO KOTOPBIX OCYIIECTBIISIETCS TaCTPYJISIIUS
JByXcIIOMHBIX N TpeXCIOMHBIX XKUBOTHBIX, HAOIIO-
IaloTCS M B paHHeM aMmOpuoreHe3e [yook. TpaHc-
(opmanmsa 3apoapliia B MOJIOAYIO TYOKY Y pa3HbIX
BUJIOB POUCXOAUT B pe3yJibTaTe TAKUX MPOLIECCOB,
KaK MHBarMHaILWsI, UHTPEeCCUs U SMUO0IUS KIIETOK.
OnHako y Iy60K pa3zHOOOpa3HbIe KJIETOUHBIE TTepe-
MeEIICHMUSI, JiexKalllue B OCHOBe (h)OPMUPOBAHUS JIU-
YUHKH, HEe CBSI3aHbI C 00pa3oBaHUEM 3apOJIbIIIIEBBIX
JIUCTKOB, T.€. CTPYKTYP, TOMOJIOTUYHBIX SKTOJIEPME,
3HTOAEpPME WM Me3oAepMe Eumetazoa.

HezaBncumMocth MOpPQPOTeHETUUYECKNX TIepeMe-
IeHU 1 (OpMUPOBAHUS 3aPOABIIIEBBIX JUCTKOB B
nepuon ractpyassuun Eumetazoa miposiBiisieTcs U B
pa3Butuu Crpekamoimux. JdeiicTBUTEIBLHO, Y TTOCTeI-
HMX MMEIOTCSI MEXaHU3Mbl MHBarMHallMK1 1M 3BarMHa-
11, KOTOPbIE JIEXXAT B OCHOBE Pa3INYHbIX SITUTEIIH -
aJIbHBIX MOP(OreHe30B Ha IIPOABUHYTBHIX CTaIMsIX
uHauBUAyanbHOro passutus (beiaoycos, 1987). Tem
He MecHee Ha cramum ractpynssuuu y Hydrozoa Ha-
OJII0AIOTCS JINIITh MHTPECCUN WX AeJIaMUHALII, HO
He MHBarnHanus. He MCKIIIoUYeHO, 4TO CyIIeCcTBOBa-
HHUEe aBTOHOMHEBIX (HE CBSI3aHHBIX HAIIPSIMYIO C Ta-
CTPYJISILIMel) MeXaHU3MOB 3MUTEINATIBHOTO (hOPMO-
00pa3oBaHMs, 3aKPEIUICHHBIX B BUJIE OCOOBIX IeHe-
TUYECKMX IIPOTPaMM, JIEXKUT B OCHOBE HE3aBUCUMOTO
BO3HMKHOBEHUSI MHBarHallMM B IIPOLECcCax racTpy-
JISIUMM B pasHbIX rpynmnax Metazoa (bexknemuines,
1964).

B 37011 cBsI3U TIpeCTaBISIOTCS MTPUHIUIINAIBHO
BaXXHBIMU JaHHBIE, CBUACTEIBCTBYIOIINE O Pa300-
IIEHHOCTU TIPOLECCOB 000COOIEHUST BHYTPEHHETO
3apOABIIIEBOrO JIMCTKA U cHelnUKAIIUN ero Kiie-
TOK, IPOAEMOHCTpUpPOBaHHbIe Y Nematostella vecten-
sis (Kumburegama et al., 2011). ¥ aToii akTMHUM 00-
pa3oBaHUE apXeHTepOHAa HAYMHAETCS ¢ U3rMOaHWUs
CTeHKM OJIacTyJibl, UHAYLIMPOBAHHOTO IOSIBJICHUEM
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OYTBUIKOBUIHBIX KJIETOK Ha aHMMAJIbHOM IIOJIIOCE.
Oxa3zanoch, 4TO 3TOT Ipolecc ooyciaopiieH Wnt/PCP
CUTHAJIMHIOM IIPpU y4aCTUM MaTEepUHCKOTO (hakTopa
NvStrabismus (NvStbm). DToT 6eJIoOK coCcpeaoTouYeH
B aHMMaJIbHOM 00JiacTu 3UTOoThl. B mepuon npoobJie-
HUSI OH COXpaHSIeT CBOIO JIOKAIM3allulo, a B Havaje
racTpyJIsILIMU SKCIIPECCUPYETCs B allMKaJIbHOU 00J1a-
CTU OYTBUIKOBMAHBIX KJIETOK Oiactomopa. Ilpu wmc-
MOJIb30BAaHUN COOTBETCTBYIOILIETO MOPMOINHO 6J10-
KMpyeTcsl 1 00pa3zoBaHMe OYThUIKOBUIHBIX KJIETOK, U
HavajibHasl MHBArvHallyMs apXxeHTepoHa, ToTJa Kak
criennUKaLs dHTOIEPMAaIbHBIX KJIETOK, OIOCpE-
JIOBaHHAasT KaHOHWYeCKMM Wnt-CUTHaJIMHIOM, HE
nopapiseTcsa. Haobopot, n3zdbuparenbHOe OJIOKHUPO-
BaHMe KaHOHWYecKoro (Wnt/B-catenin) curHaauHTa
MHTUOUpYeT creunuKaluio SHTOASPMBI, HO He
BIMSIET HA 0oOpa3oBaHMe OYTBUIKOBUIHBIX KJIIETOK WM
MepBOHAYAIbHYI0O MHBarvuHalyiio apxeHTepoHa. Ta-
KM obpa3oM, y Nematostella, vHBaruHalus apxeH-
TepoHa U cnelrUuKalus SHTOAESPMbI HAITPaBJISIIOT-
Cs1 pa3IMYHBIMU TeHETUYECKUMU IMporpamMmmaMu. Kak
MOAYEePKUBAIOT aBTOPBI, 3TU JAaHHbBIE MOXHO pac-
cMaTpMBaTh KaK CBUAECTEIbCTBO HE3aBUCUMOIO BO3-
HUKHOBEHUSI UHBaruHaluu u crieinduKalum 3HTO-
JIepMbl B XOJI¢ DBOJIOIMM MHOTOKJIeTOUHbIX (Kum-
buregama et al., 2011).

TToapoOHBIN 1 OOBEKTUBHBIN aHAJIN3 TIPOTUBOPE-
YUBBIX B3IJISIIOB SMOPHMOJIOTOB PAa3HBIX MOKOJICHUH
Ha Mpo0JIeMy 3apOIbIIIEBbIX JIMCTKOB y Tyook (MBa-
HoBa-Kazac, 1975; EpeckoBckuii, 2005) ocBoboXK1a-
€T Hac OT HeOOXOAMMOCTU aHAJOTMYHOTO PacCMOT-
peHuss. OTMETHUM JIUIIIb, YTO CYIIECTBOBAIO U 10 CUX
nop ObITYeT MHEHME, YTO TYOKU — KMBOTHbBIE C MH-
Bepcuelt 3apoabllieBbIX JUCTKOB (Schulze, 1878), y
KOTOPBIX BO BpeMsl MeTaMopdo3a TTPOUCXOINUT ITTe-
peMellieHre SKToaepMbl BHYTpb Teina. Ha aTom oc-
HOBaHUM I'yOoK oTHocwiu K Enanthiozoa (oT rped.
EVOVTIOC — IIPOTUBOIOJIOXHBIN, IPOTUBOJIEXKA-
muii) (Delage, 1898). Kak ormeuaetr A.B. EpeckoB-
ckuii (EpeckoBckuii, 2005), B nuTeparype LIMPOKO
TIpeNCTaB/ieHa 1 IpyTast TOYKa 3peHUsI, COTTIaCHO KOTO-
Ppoit 3apombIIIeBBIe TUCTKA Y [Y00K 06pas3yroTcst TOIBKO
BO BpeMsI MeTamopdo3za. BaxkHo TTomIepKHyTh, 9TO Ha
TTPOTSDKEHNH BCEM MCTOPHMM MCCIIEMOBAHNSI SMOPHOITO-
ruu 1yook, HaumHast ¢ browm (Biitschli, 1884) cyie-
CTBOBAJIM MICCIIEIOBATENN, KOTOPBIE, He OyIydn CBSI3aH-
HBIMM JIOTMOI YHUBEPCATLHOCTA TOMOJIOTUM 3apOJIbl-
IIEBbIX JINCTKOB, TIOJIarajiu, 4To Y T'yOOK 3apO/IbIIIeBhIe
JIMCTKU OTCYTCTBYIOT. Ha 3TMX MO3ULIMSIX CTOSLT, B YacT-
Hoctu, [1.I1. UBaHoB (1937, 1945).

[Ipu3HaHMe TOTO, YTO Y TYOOK UMEETCS TaCTPYJIsi-
LUsI, B XOOe KOTOPOi 00pasyloTcs 3apOAbIlIcBbIe
JIMCTKU, OGECHPOCBETHO 3allyThIBAacT MpPOOJIEeMY, TakK
KaK, T10 CYTH JIeJ1a, OHO O3HAYAEeT, YTO B SMOpUOTEHE3e
ryook popMupyeTcst TIepBUYHBINA KUIIICYHUK, apXeH-
TepoH. MexXay TeM MHOTOKPaTHO ObLIO ITOKA3aHO, YTO
y ry0OK TUIIMYHOE BHYTPUKIIETOYHOE MUIlIEBapeHNe,
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TIPY KOTOPOM CEKpPEeIrs TUIIeBaPUTEIILHBIX (hepMeH-
TOB HE TIPOUCXOAUT. DTa CUTYalUs CYIIIECTBEHHO OT-
JIMYaeTcs OT TIpoliecca MUIeBapeHus y Tex Metazoa,
KOTOpBIE JIMIIIEHBI TUIIIEBAPUTEIBHOM TTOJI0CTH. Tak,
Trichoplax adhaerens (Placozoa) HakpbIBaeT MUIIIC-
BbI€ YaCTULIbI BEHTPAJIBHOM MOBEPXHOCTHIO, TAe pop-
MUPYIOTCSI BpeMEHHBIE ITUIIeBaApUTEIbHBIE MEIIKH,
KeJIe3CThIe KJIETKU KOTOPBIX CEKPEeTHPYIOT ITHIIE-
BapuTtenbHble hepMeHThl (CepaBuH, [ynkos 2005). Y
TryOOK MOTOOHBIX XKeJIE3UCThIX KIETOK Ha MTOBEPXHO-
CTH TeJIa HeT. Y HUX MHIIeBapeHNe BHYTPUKICTOUHOE
(Vacelet, Duport, 2004).

B yeM cMmBbICcsT paHHEToO pasfejaeHUs] KIECTOYHOTO
MaTepuaia JUYMHKY ryooK Ha aBa ciosi? JIenTMoTu-
BOM MopdoreHe3a y ryook siBjsieTcsl (popMupoBaHue
He KUILIEYHOM TOJIOCTHU, @ BOIOHOCHOM CUCTEMBI, KO-
TOpasi MHOTOKPAaTHO YBEJUYMBAET KOHTaKTUPYIO-
1IIYI0 C BHEIIHEN cpeoit MOBEpXHOCTD Teja, peryau-
pyeT CKOpPOCTh BOJOTOKA, U, TEM CaMbIM, CIOCOO-
ctByeT addexTuBHOCTHY nUTaHUSA. BomoHocHas
cucteMa rybok — 3TO, CKopee, “TIMIIedocmaessio-
was”, a He TIMIesapumenvias cucrema. MyHKITMO-
HaJIbHO, KaK CpEJICTBO JOCTaBKU IHEPTeTUUYECKUX
peCypcoB B pa3Hble 00JlacTH TeJia, BOIOHOCHAs CU-
cTeMa ryboK aHaJIOTMIHa KpOBEHOCHOM crcteMe bu-
JlatepaibHbIX. C y4ETOM 3TOTO, SNIUTENNUI, BBICTUIA-
IOIIMiIT BOMOHOCHYIO CUCTEMY, U BBITTOJTHSIIOLINIA Ha-
psiay € JIOKOMOTOPHOUM (YHKIIMIO U3BJICUCHUS
MUIIEBBIX YACTUI] U3 MTPOKAYMBAEMOI1 BOAbI, HEIb3SI
0e3 OOJBIION HATSKKKU CYUTATh IHTOAEepMOU. B oT-
JINYre OT XOAHOLIMTOB MPOU3BOAHBIC DHTOAEPMBI Y
Fumetazoa obecrneynBalOT CEKpPELMIO MUIIEBAPU-
TeJIbHBIX (DEPMEHTOB.

OueBUIHO, YTO BaKHEUIIIMM 3TarioM 3BOJIOLUU
MHOTOKJIETOUHBIX KWBOTHBIX OBbUI TI€PUOMI, KOTIaa
MPOMCXOIUJIa BhIpaOOTKa MEXaHU3MOB (HOPMUPOBA-
HUSI IPOCTPAHCTBEHHO OPraHMW30BaHHOU TeTepOTeH-
HOW CTPYKTYpPHI, B paMKax KOTOPOU cTajia BO3MOXKHOU
nuddepeHiIManys TKaHelt U opraHoB. CTaHOBJIEHUE
M BBOJTIONNST 3TUX MEXaHU3MOB, CBSI3aHHBIX C 9BOJTIO-
11Meil TeHOB U OpraHU3allii TeHOMOB, 3aHSJIM 3HAUM -
TeJIbHbII OTPEe30K BpeMeHU, TTPEAIIECTBYIOIINIA TTOSIB-
JICHUI0 MHOTOKJIETOYHBIX JKMUBOTHBIX. DTH MEXaHU3-
Mbl COXPaHWJIMChb B OTHOCHUTEIBHO TNEPBO3TaHHOM
BUJE Y TYOOK U CyIIECTBEHHO BUTOU3MEHWINCH B JIU-
HUM, BeAyllel K OuaTepaibHbIM XKMBOTHBIM.

HM3BecTHO, uTO oOOecneyeHUe (HOpMUPOBAHUS
MHOTOKJIETOUHOCTH OCYILIECTBIISIETCS TJIABHLIM 00-
pa3oM 3a CYeT CUCTEM T'€HOB PETY/ISIINU KJIIETOUHOTO
OUKJIAa W POCTa, MPOrpaMMUPYEeMOM KIIETOYHOM
CMEpTU; aare3nuy MeXIy KJIeTKaMHM M KJIeTKaMUu U
BHEKJIETOYHBIM MAaTPUKCOM, KIETOYHOTO CUTHAJIMH-
ra ¥ peryjisiiiy pa3BUTHUS Yepe3 TPAHCKPUITIIMOHHBIE
(hakTOphBI, pacrio3HABaHUS CBOW—YYXKOM, M, HAKO-
Hell, TeHOB creluduKanui 1 TepMUHATbHOU aud-
depeHIMPOBKN KJeTOK. HemaBHMe wmcciemoBaHUs
MOKa3aJjiu, YTO B reHOMaX ryboK 3aKOJAUPOBaHbI KOM-
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IMOHEHThI BCEX OCHOBHBIX HAOOPOB MOJICKYJI, YIIpaB-
JsiouX ¢GopMUPOBAHUEM MHOTOKJIETOYHOI'O Opra-
HU3Ma U3 3UTOThI U MOIAEPKaHUEM COOCTBEHHO MHO-
20KAemoyHocmu Takoro >uBoTHoro (Manuel et al.,
2004; Adell, Miiller, 2004; Nichols et al., 2006; Lar-
roux et al., 2007; Gazave et al., 2008; Harcet et al.,
2010; Srivastava et al., 2010, u ap.). B Toxe Bpewmsi,
CJIOXKHOCTh MPeACTaBIEHHBIX KOMIIOHEHTOB Y T'yOOK
CyLleCTBEHHO HMXKe, yeM y Eumetazoa, ocobeHHO 110
CpaBHEHUIO ¢ HanboJjiee MPOIABUHYTHLIMHU, a PSII KO-
YeBBIX 3BOJIIOLIMOHHO KOHCEPBATUBHBLIX KOMITOHEH-
TOB U BOBCE OTCYTCTBYET (CM. HIXKE).

VY ry6ok oO0HapyXeHbI pa3HOOOpa3HbIe MOJICKYJIBI
anare3nu, odecreumBalolue MeXKIeTOUYHbIe KOHTaK-
Thl U CBSI3b MEXIYy KJIE€TKaMU U BHEKJIETOYHBIM Mart-
prkcoM. BriepBrie pakTOphI arperaiiiii ObUTA BBISIB-
nennl y Geodia cydonium v Microciona prolifera (Miller,
Zahn 1973; Henkart et al., 1973; Miiller, 1982). DTtu
daxTopel B mpucyrctBun noHoB Ca’t B3anmomeii-
CTBYIOT C BCTPOEHHBIM B MEMOpaHy KJIETKU PELIeTITO-
poM. Arperalusi KJI€TOK MPOUCXOJUT TPU y4yacTUU
nomunenTtuaa 140 kDa, KoTopblii B3auMOIEHCTBYET C
TaJIEKTUHOM, CBS3bIBAIOIIMM UHAUBUAYATbHbIE MOJIE-
KyJibl (haKkTOpa arperaiyMu ¢ pelenTopamu Ijia3MaTu-
yeckoir MemOpaHbl. Ilo3mHee, ObUTM KJIIOHUPOBAHBI
rennl ranektuHa (Pfeifer et al., 1993, Miiller et al.,
1997), obecrieunBaronIero MeXXKISTOUHYIO aare3uio, U
HYKJICOTUJIHBIE  TIOCJIEA0BAaTEeIbHOCTA  MHTETrpHUHA
(Pancer et al., 1997, Wimmer et al., 1999a), KoTopbIit
Y4acTBYeT B COEIMHEHUU KJIETOK C BHEKJIETOUHBIM
maTpukcoM. Kak okazanoch, raleKTMHbI TYOOK UMEIOT
XapakTEepHbIA KOHCEPBATUBHbLINA YIJIEBOAHBIA CaWT
cesspiBanms [ LH(F)NPR(G)VNT(G)W(T)EFPF],
KOTOPBIN OOHApy>KMBaeTcsl BO BCEX S-JIEKTMHAX IMO-
3BOHOYHEIX, a TaKXKe B JieKTuHe Tyook (Pfeifer et al.,
1993). TakuM obGpa3om, ObIJIO YCTAHOBJIEHO, UTO Y Ty-
0OK UMEIOTCS TeHbl, KOAUPYIOLIUE BELIECTBA, OIU3KO
pOACTBEHHbIE MOJIeKyIaM anre3un [lepBUUHOPOTHIX U
BTOpHUYHOPOTHIX, U KOTOPbIE UTPAIOT BAXKHYIO POJIb B
OCYIIECTBIEHUU MOPGOreHETUYECKMX MPOLIECCOB,
CBSI3aHHBIX C TIEpEMEIIEHNEM KJIETOK B IPOCTPAHCTBE.
HenaBHuii aHanu3 reHoMa ryoku Amphimedon non-
TBEpAWI HaiMuue y T'yOOK KaK KaATreHPUHOB, TaK U
MUMMYHOIJIOOYTMHOB (Srivastava et al., 2010).

WccnenoBaHus MOCIEOHUX JIET BBISBUJIM Y TYOKH
Amphimedon queenslandica (Demospongiae) Kiroue-
BOM MeXaHM3M KaHOHUYECKOTO CUTHAJIMHTAa C yda-
ctruem Wnt U 3-KaTeHWHA, OOJIBIIMHCTBO TEHOB KO-
TOpOro He OOHAapyXeHbl y XoaHodaare/uIsT. Beuin
UACHTU(PUIIMPOBAHLI TaKue TeHbl Kak Wnt, Frizzled,
SFRP (secreted Frizzled-related proteins), GSK3
(Glycogen synthase kinase 3), Lrp5/6, Dvl, Axin,
APC, B-catenin, Tcf u Groucho u mogpo6HO Mcce-
JIOBaHa JMHAMMKA UX DKCIIPECCUU B 3MOpUOTreHEe3e
aToii ryoku (Adamska et al., 2010). Bmecte ¢ Tem, B
reHoMme Amphimedon OTCYTCTBYIOT OPTOJIOTU psiaa
KJTIOYEBBbIX KOMITOHEHTOB HEKAHOHMYECKOTO ITyTHU

JOHIOYA, KOCTIOUEHKO

‘Wnt/PCP, koropsble nosiBistiorest y Kuugapuit (Kum-
buregama et al., 2011). IToaydyeHHBbIE pe3ybTaThI
CBUIETEILCTBYIOT, UTO Wnt/[B-KaTeHUHOBBIN CUTHA-
JIMHT, OIMH U3 BaXXHEHIIMX 3JIEMEHTOB YIIPaBJICHUS
MopdoreHe3oM Bcex Metazoa, B mpoliecce 3BOJIIO-
1 BO3HUK Ha 3Tarie popMUPOBaHUS TIPeAKa HbIHE
cymecTByommnx Metazoa. [locnenytoinast nyrjinka-
[UsI TEHOB M BO3MOXHOE YBEIWYEHUE CIIOXKHOCTU
OEJIKOBBIX B3aMMOJICICTBUI ITPUBEIU K (DOPMUPOBaA-
HUIO GoJiee CIIOXKHO peryaupyeMbix Wnt-1yreit, Ha-
OI0JaeMBIX Y COBpEMEHHBIX ButarepaabHBIX.

Kak n y Bcex Metazoa B paHHEM pa3BUTHUM I'yOOK
Wnt-curHaauHT IIpMHUMAET ydyacThe B (popMupoBa-
HUY 3MOPHOHAJILHOI OCH U TIepeaHe3aaHe MOJIsIpy -
3alMK, KOTOpasl BHEIIHE IIPOSIBIISICTCS B HaIIpaBJie-
HUU IBVKEHUS IMYMHKNA. ACUMMETPUYHOCTD ITepe/-
He3aIHel OCU JeTepPMUHUPYETCS SKCIIPECCUeil reHa
WhntA B 30He Oymymiero 3agHero momtoca. Kak m3-
BECTHO, y Ty0OOK HeT Hox-TeHOB, IT03TOMY BBICKA3bI-
BaeTCs MPEANOI0KEeHUE, UTO B 9BOTIOLIMU XKMBOTHBIX
noJisspusyromuii Kog Wnt rnosisisiercs paHbiire Hox-
koma (Guder et al., 2006; Ryan, Baxevanis, 2007).
‘Wnt-CUTHAJIMHT Yy4YacTBYeT B ACTePMUHALMU OCU U
pu O6ecriojioM pa3MHOXECHUU: TaK, y Ephydatia muel-
leri renbl Wht onipenensitoT GopMUPOBaHUE OCH I0BE-
HUJIBHOI 0COOM, BBUIYIUISIIOIIEIHCS M3 TEeMMYJIbI
(Windsor, Leys, 2010). [Ipu meiicTBUM XJIOPUCTOTO
JINTUSI, KOTOPBIA MHIrMOoMpyet KuHazy GSK3, u tem
CaMbIM YBEJIMYMBAET KOHLIEHTPAIUIO -KaTeHUHA Y
MOJIOOBIX ocobeit E. muelleri mponcXoouio yBeaude-
HHE YMCJIa OCKYIIOMOB, YTO MHTEPIIPETUPYETCS, KaK
YMHOXeEHHEe Yrcia oceii Tena. B renome Amphimedon
queenslandica BeIsIBIeHBI Tp Wnt TTOCIE0BATEILHO-
ctu, a B reHome Oscarella lobularis — nBe (Lapébie
et al., 2009). CpaBHUBAsI 3TU I'€HbI C POJICTBEHHBIMU
reHaMM KHUIapuii aBTOpbl OTMEYAIOT, YTO UX YUCIIO Y
ry00K 3HaYMTEJIbHO MEHBbIIIE, YeM Y KHUIapUii, Y KO-
TOPBIX, KaK U Y IO3BOHOYHbBIX, MX HAYUTHIBaeTCs 12

(Kusserow et al., 2005). HecMoTpsi Ha onipeeieHHbIE
otimumrst Wnt reHoB r'yOOK OT COOTBETCTBYIOIIMX I'e-
HOB 3yMeTa3oa, Bce Wnt reHbl TyOOK OOHapy>K1UBaIOT
crpykrypHoe cxoactBo (Lapébie et al., 2009). ITonsi-
puzalusi JUIUHKU Y A. queenslandica oGycioBlieHa
Takke aCMMMETPUIHOM 9KcTipeccueii reHa TGF-[3 Ha
niepeaHeM nomoce. M1 Wnt, u TGF-[3 akcripeccupy-
IOTCS paAvaliIbHO OTHOCUTEJIbHO TepeaHe3aIHel ocu
(Adamska et al., 2007).

B renome ry0ok npenacraBiieHO OOJBIIMHCTBO Ce-
meiictB reHoB (NK, Six, Pax, bHLH), obecneunBato-
IIX Pa3BUTHE CEHCOPHBIX KJIETOK (XOTSI KOJIMYECTBO
T€HOB 3TUX CEMENCTB, KaK IIPaBUJIO, MEHbIIIEE, YeM Y
Eumetazoa), ogHako, y HUX HET T'€HOB CEMEKCTB
Hox/paraHox 1 MHOTHX JAPYIrMX KIXOUEBBIX PETYJIsA-
TOPOB HeporeHesa, 1, COOTBETCTBEHHO, Y TYOOK HET
HepBHoU cuctembl (Galliot et al., 2009; Srivastava
etal., 2010). C ydyeToM NpuHIMIIA CIIELIU(PUIHOCTU
3apOJIbIIIEBBIX IMCTKOB Ha 3TOM OCHOBAaHUM MOXHO
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Spongia Chidaria

Choanoflagellata

Ecdysozoa

Lophotrochozoa Deuterostomia

l'eHeTnyeckue cucremsl criebuKauu
3apoAbIIeBbIX TUCTKOB. Cuctrema Hox-reHoB
¢ BbIpaxkeHHOI A-P akcmpecueii.
MHoroo6pa3ue curHajamHra

l'eHeTMYecKre CUCTEMbI MHOTOKJIETOUHOCTH
1 noJiipusatvy JTUIUHKA

IeHeTMyecKue cucTeMbl aAre3un
u uuronuddepeHMaN

OCHOBHbIE MHHOBALIMU Pa3BUTHSI, BeAyllIMe K BOSHUKHOBeHUIO busiarepanbHbIX (OOBbSICHEHUS B TEKCTE).

cKa3aTh, YTO Y TyOOK MMEETCSI IMMOKPOBHBIM IUTE-
JIViA, HO He 9KToaepMa. [IpuMeuaTebHO, UTO y TYOOK
HET 1 psifia IPYTUX KPUTUUECKHU BaXKHBIX JJIS1 FacTpy-
JSIIUU U clieIUUKALIMU 3apOJBIIIEBBIX JIMCTKOB
¢akTopos. Tak, B reHoOMax I'yOOK He OOHApPY>KEHBI T'e-
HBI, BOBJICUEHHBIE B IIpoIlecC (DOPMUPOBAHUST ME30-
JIepMbl Y TPEXCJIOWHBIX U MPOLIECChl TacTPY/SILNU,
KaK y OmratepalbHBIX, TaK W'y PamraIbHBIX KUBOT-
HbiXx — FoxA, Gsc, Twist, Snail (Srivastava et al.,
2010). B reHOMe TYOOK OTCYTCTBYET U APYTOil KPUTH -
YyeCKH BaxKHBIN pakTop OtxX, KOTOPBIN HAPSIIY, a B PsI-
Jle TOKa3aHHbIX ClydaeB COBMECTHO, ¢ FoxXA perynu-
pyeT TIpOIeCCHl WHBAarMHAIIMMU W CITeIT(UKAIINN
sHToaepMbl y Eumetazoa (Oliveri et al., 2006; Mazza
et al., 2007; Galliot et al., 2009). Takum oOpa3zoM, He-
CMOTpP$I Ha HAIMYKE Y TYOOK OCHOBHBIX CEMEMCTB Te-
HOB, PSII 3BOJTIOIIMOHHO KOHCEPBATUBHBIX (PaKTOPOB
creM@UKAI 3apOABIIICBBIX JIMCTKOB €IIe OTCYT-
CTBYIOT, U COOTBETCTBYIOIIIME 3BEHbSI TeHETUYECKMX
PeTYISITOPHBIX CETE, BEPOSITHO, HEe MOTYT (hYHKIINO-
HUPOBATh.

IMonBoast UTOTM CKa3aHHOMY, MOXHO 3aMETHUTh,
YTO B OCHOBE€ BO3HMKHOBEHUSI MEXaHU3MOB pa3BU-
TUSI ¥ CTAHOBJICHUSI MHOTOKJIETOYHOCTH KUBOTHBIX,
9TUX CaMbIX BOEYATISIONIUX COOBITUI B 3BOJIOLUU
JXUBOTHBIX, JIEXKAJI0 CTAHOBJIEHUE HEKOW MUHUMAaJTb-
HOM TeHETUIECKOI peryasaTopHOM cetu. Ha pucyHke
MPEACTABICHbl MOCIEI0BATEIbHOCTh BO3HUKHOBE-
HUSI HEKOTOPbIX MEXaHU3MOB, OOECHeYnBarOIINX
pazButue Metazoa. Ilepuon, mpenniecTBOBaBIINA
pacxoxaeHuto ryook n Eumetazoa, xapaktepusyercs
MOSIBJIEHUEM T€HOB, CBSI3AHHBIX C CHHTE30M Pa3HOTO
pojia MOJIEKYJT aAr€31M 1 KJIE€TOUHBIX KOHTAKTOB, UTO
CO3[TJI0 TIPEATIOCHIIKU MEXKJIETOYHBIX B3aUMOJIEN-
crBuii. Ha crienytoiiieM atare yxe 1mocijie pacxoxJe-
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HUSI XO0aHOMIAre/uIAiT U MHOTOKJIETOYHbBIX, HO O
pacxoxXIeHUsI COBpEMEHHBIX TUITIOB Metazoa MosiB-
JISIIOTCS TaKue TPaHCKPUIILIMOHHBbIE (DaKTOPbI KakK
Paired, POU, T-box, Bo3HuUKaeT Wnt-CUTHAJIWHT,
CTaHOBSITCS  BO3MOXHBIMU  MOpdOreHeTuYecKue
JIBVDKCHUSI MHAWBUIYAIbHBIX KJIETOK U MX ILIACTOB.
ITocne otnenenus Iy6ok B BetBu Eumetazoa npouc-
XOIUT HEYKJIOHHOE pacliupeHne 00beMOB OCHOBHBIX
KJIaCCOB TPaHCKPUITIMOHHBIX (hakTopoB (Larroux
et al., 2008). OOIIHOCTH 0a30BBIX TEHETUIECKIX ME-
XaHW3MOB, JIeXKallluX B OCHOBE CTAHOBJIEHUSI B OHTO-
reHe3e MHOTOKJIETOUHOCTU UM MOP(MOTeHETUYECKUX
MPOLIECCOB, SIBJISIETCSI CBUAECTEIBCTBOM OOIIHOCTHU
MIIPOMCXOXKASHMS pa3IMYHbBIX TUIIOB Metazoa (Adam-
ska et al., 2010; Srivastava et al., 2010). ®opmupona-
HUe Ha 3TON OCHOBE BOAOHOCHOW CUCTEMBI KaK CITO-
co0a yJaBJIMBaHUS U JOCTABKU TUILEBBIX YaCTUIL B
pa3INYHbIe YaCTH KMBOTHOTO MPUBEJIO K BOSHUKHO-
Benunio Parazoa. Pa3Butme apxeHTepoHa W BO3HUK-
HOBEHUE MOJOCTHOTO MUIEBAPEHUS CTaJIO0 BO3MOX-
HbIM B pe3yJibTate auddepeHmanm 3apoablieBbix
JIMCTKOB, 4YTO JIEXajl0 B OCHOBE IIPOUCXOXICHMUS
Eumetazoa. Utak, nosiBieHUWE CHUCTEM KJIETOYHOU
aare3su M MEXaHU3MOB €€ IPOCTPAHCTBEHHOTO M
BPEMEHHOTO KOHTPOJIsI ObIJI0 HEOOXOIMMOT TTpeno-
CBLJIKOU BOBHMKHOBeHMS Bcex Metazoa. EcTb Bce oc-
HOBaHUsI AyMaTb, YTO MOpdOreHeTuYeCcKue IBUXKE-
HUSl KJIETOK y Metazoa BO3HUKIIM HE3aBMCUMO OT
MPOLIECCOB KJIETOUHOM cieuu(rKaLuU, 1 SIBISIIOTCS
MEPBUYHBIMU CPABHUTEJIBHO C KjeTouHou audde-
peHuuauueii. He Hanuuue 3apoablllIeBbIX JIMCTKOB,
HO CXOJICTBO ME€XaHU3MOB MopdoreHes3a JexXUT B OC-
HOBe ennHCcTBa Metazoa. TpanulimoHHOEe MpU3HAHUE
CYIIECTBOBaHMSI 3apOJbIIIeBbIX JUCTKOB y Parazoa
ycTapeso.
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Abstract—The analysis of comparative-embryological and molecular-biological data leads to the conclusion
that universal basic mechanisms of morphogenesis occurred first in the evolution of animals in the ancestors
of modern sponges and eumetazoans, which served as a basis of different evolution of individual development
in Parazoa and Eumetazoa lines. In the former, morphogenesis in early embryogenesis led to formation of the
water-current system as a means for capturing and delivery of food particles to different parts of the animal.
In the latter, morphogenetic movements manifested themselves as gastrulation, during which the germ layers
and the digestive system formed. The morphogenetic movements of cells in Metazoa emerged independently
of cell specification. They are primary relative to cell differentiation. The unity of all Metazoa is based on the
similarity of mechanisms of morphogenesis rather than on the presence of germ layers.

Keywords: gastrulation, germ layers, morphogenesis, evolution, Parazoa, Metazoa, sponges, cnidarians, Wnt
signaling
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YACTbH 3: MOAYJIBbHOCTH WIN IEJIOCTHOCTDb PA3BUTUA!
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Cratnyeckuii aHajiM3 MopdoMeTpur JUYMHOK TMOCTIMOPUOHAIBHBIX CTaIuil Pa3BUTHUS OCTPOMOPION
JISITYIITKY TTO3BOJIMJT OLIEHUTh CTENEeHb U XapaKTep KOPPEISIIIMOHHBIX CBS3€i pa3BUBAIOIIMXCS CTPYKTYP.
PaccMmaTpuBasi Koppenisiliiio, KakK TMPOSIBJIEHME MHOXECTBEHHBIX (DU3MOJOTMYECKUX B3aMMOACHCTBUM
MEXIy pa3BUBAIOIIMMMCS CTPYKTYpaMH, MbI TTOKa3ajv, YTO HauboJiee BEPOSITHBIM SIBJISIETCS CLIEHAPUIA
Pa3BUTUSI CTPYKTYP JMUMHOK KaK LEJOCTHOTO TMpoliecca COMPOBOXKIAIOUIErocsl BO3pacTaHUEM JOJIU
HEe3HAYUTETbHBIX KOPPESITUBHBIX CBSA3El TTPY BO3pACTaHWM OOIIeTO Ynciia CTpyKTyp. [1pu aTOM BO BpeMst
KPUTHUYECKUX TIEPUONIOB Pa3BUTHUsI HAOIIOAAETCsl YBEIWYEHUE O 0oJiee CUJIBHBIX KOPPEISIIIMOHHBIX
B3aMMOJIECTBUI MEXITy CTPYKTYpaMH, Ybe (hOpMUpOBaHNE TMTPOUCXOIUT Ha 3TOM 3Tare pa3BUTUSI.

Karoueessie crosa: Y3JIOBBIC CTaauN PAa3BUTUA, (I)I/I.HOTI/IHI/I‘ICCKI/Ie craaguu, MOAYyJbHOCTb, U3MCHYUBOCTbD,

KOppeUupoBaHHOCTb, Rana arvalis.

DOI: 10.7868/S0475145013030063

B TeueHue aMOproreHe3a BceX IMTO3BOHOUYHBIX KM~
BOTHBIX €CTh TTIEpUOIbI MOP(POJOTMIYECKOTO MOIO0OUSI.
B paborax XX Beka aBTOpPbl COBPEMEHHBIX KOHIIEI-
LM CTpeMsITCSl Ha3BaTh MOMOOHBIE IEPUOIbI KakK
“Korpergrundestalt” (Seidel, 1960), “dunaeTnyeckue
craguu” (Cohen, 1977), cranum “300TUIa/HUITOTH-
na” (Slack et al., 1993), “bwioTunuyeckuii nepuon”
(Sander, 1983; Richardson, 1995), “kpuTtndeckuii me-
puon” (Csemnos, 1978) wimm “y310Bble CcTagum’”
(Jopdman, Yepmannen, 1977). deMoHcTpupyeTcs
cuHxpoHu3aius 3kcnpeccun HOX — reHoB ¢ duso-
TUnIMYecKuMu ctaausmu (Slack et al., 1993), npeumy-
[IIeCTBEHHOE BOBHUKHOBEHIE aHOMAJIMI pa3BUTHS Ha
STHX CTaAUsIX U COKpaIleHre MOPMOTOTMIeCKOM 13-
MEHYHMBOCTH, IO CPABHEHUIO C TIPESAIICCTBYIOIIUMU 1
TTOCTICAYIOIIMU CTamusIMK pa3BUTHA. 11 0ObsICHE-
HUS 3TOTO SIBJICHUS, OBLTH TIPEITOXESHBI MOIEIIN TIe-
COYHBIX yacoB “houn-glass model” (Raff et al., 1991;
Raff, 1996) wmm “phylotipic egg-timer” wMomeb
(Duboule, 1994). Onnako 6oJjee aeTaabHbIe UCCIIEI0-

! Mpennaraemast cTaTbst SIBSIETCS TPEThEH YaCTbIO CEPUM CTATEIA.
Yactb 1 nocesiiieHa U3y4eHUI0 KPUTUIECKUX MEPUOJOB B OM-
OpuoreHe3e OCTPOMOPION JISITYIIKM Ha OCHOBE aHajiu3a 00-
LIMX pa3MepoB 3apojiblllia, a YacTh 2 — Ha OCHOBE XapaKTepu-
CTHK TOJIOBHBIX CTPYKTYP.

BaHUs MOKAa3aJli HECOOTBETCTBUE TEOPUU MECOYHBIX
yacoB (Bininda-Emonds et al., 2003).

B Hacrosiiiee BpeMsl pacCMaTpUBAIOTCS TPU 3BO-
JIIOOWOHHBIC TUITOTE3bI, O613HCHH]OL[1[/I€ BO3HUKHOBEC-
HH€E TaKUX MepPHOJIOB B Pa3BUTHU: a) CydaiiHbIC ITPO-
LIECCHI, 0) SIMUTeHETUYECKIE MPOLIECCHI U B) TIPOLIECCHI
eCcTecTBeHHOro otoopa. Kaxnas 13 aTUX TUIIOTe3 MMe-
€T CBO€ OOBSICHEHUE BIUSHUS TEHETUUECKOM 1 CPeIo-
BOM M3MEHYMBOCTU B (POPMUPOBAHUN (PMITIOTUITNIE-
ckoit ctagun. Tak, William (1992) cuurai, 94To momo-
Oue paHHUX CTaauii SMOPMOHAIBHOIO Pa3BUTHUS
MOSIBIISIETCSI KaK IMIPOIYKT COBMECTHOTO ASHCTBUS Ha-
MpaBJIECHHOIO/IUBEPreHTHOIO OTOOpa Ha ITO3MHUX
CTaaUsIX, a COOCTBEHHO (DUIOTUITUYECKUE CTaIUN BO3-
HUKAIOT He IOoJ JSHCTBMEM OTOOpa, a B pe3yJibTare
yBeJU4YeHUsT (heHOTUITMYECKON W3MEHUYMBOCTU CBSI-
3aHHOI C YBEJIMYECHMEM KOMILIEKCHOCTU pPa3BUBAaIO-
mierocs 3apozapia. Kirschner u Gerhart (1998) pac-
CMaTpUBaJI1 BO3HMKHOBEHME (DIIOTUIIMYECKUX CTa-
INA KaK pe3yjbTaT OEWCTBUSI CTaOMIM3UPYIOIIETo
0oTOOpa, CO3JaIIeTo IUIaTOpMy IS SBOIIOLMOH-
HOM cTaOMIBHOCTH opraHmsMma. I[Ipu sToM neiicTBre
cTabuin3upyloneit GopMbl €CTECTBEHHOIO 0TOOpa U
SIUIeHETUYECKUE IIPOLECChl HE MWCKIIOYaloT Jpyr
JIpyTa, MOCKOJbKY U3MEHYMBOCTh (heHOTUTIA SIBJISIETCSI
CJICICTBUEM JNEUCTBUS alAUTUBHON r€HETUIECKOM 13-
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MEHUYMBOCTU, BO3IEMCTBUS OKPYXKAIOIICH Cpeabl M
SIMNUTCHETUYECKOT'O BSaMMOﬂeﬁCTBMH.

HNnes snureHetndeckoro addekra mpuaaHus
¢dopMbl pa3BUBaIOIIEMYCSI SMOPUOHY TPUHAIIEKUT
Iexcnu (1942) u pasButa YoaunrroHoMm (Waddington,
1953, 1956). B coBpeMeHHOI1 TPAaKTOBKE 3TOM KOH-
LHEeNMU QUIOTUIIMYECKUN Teproa TMOSBISIeTCS KakK
pe3yJbTaT B3auMOAEHCTBUIM MeX Ty KJIETKaMU, TKaHSI -
MU, Pa3BUBAIOIIMMUCS OpraHaMmu, MO3TOMY U3MEHEe-
HUS B OTHOM 3JIEMEHTE BeAYyT K U3MEHEHUSIM MHOTUX
B3aMMOAEUCTBYIONINX CTPYKTYp 1 (yHkimit (Horder,
2006, 2008). Bce cragnu pa3BUTUS ITOTEHIIMATBHO OT-
KPBITHI U151 9BOJTIOLIMOHHbBIX IMPeoOpa3oBaHuii, HO MO-
CKOJIbKY DBIIMTe€HETUYEeCKHE B3aUMOAECWCTBUS Tak
dbyHAaMeHTalbHbI, paHHUE 3BOJIIOLIMOHHBIE CTaJAuU
Tak ctabmibpHbI (Horder, 2006). IpeamonaraeTcs, 94To
deHoTunMuyeckasi UBAMEHUYUBOCTb CHUXKAeTCsl Ha (hu-
JIOTUTTMYECKOM CTaAMU U YTO TEHOTUITMYECKAs U3MEH -
YUBOCTb YBEJIUUMBACTCS C YBEJIUYECHUEM YMCJIa TeH-
HBIX B3aUMOIEUCTBUIA.

AJIBTEpHAaTUBHOE OOBSICHEHHE 3TOrO: pPa3BUTHE
MOXET OBITh TaK UBMEHUYMBO, YTO KOMOMHMPYETCS U3
HEKOTOpOro KoJIM4ecTBa OTAeabHbIX Monyieii (Raff,
1996; Wagner, Misof, 1993; Wagner, 1996). Monynb-
HOCTh MOKET OBITh OITMCaHa KaK IPYIIIIOBasi XapaKTe-
pUCTHKA IIPOIliecCa MMEIOIIET0 CTPOIroe B3aMMOICii-
CTBUE €€ COCTABJISIIOIIMNX 10 CPAaBHEHUIO C XapaKTepu-
CTUKaMU 3a IpeAcjaMu Moayasi. Moayad MOryT
OXBaThIBaTh Pa3HbIC YPOBHU pa3BUTUS. MOIyJIM MOTYT
OBITh HE3aBUCHUMBI OT JPYTUX MOIYJEHA M MOTYT
YCKOPSIThCSI MJIM 3aIla3abIiBaTh, UJIU ObITH CMEIIIEHEI BO
BpPEMEHM WJIW B IPOCTPAHCTBE OTHOCUTEIBHO APYT
npyra. U3aMeHeHUsT B OMTHOM MOMYJIe MOXET IIPOMCX0-
JIUTHh HE3aBUCUMO OT U3MEHEHU B IPYTUX MOIYJISIX.

IMpenpiayiiye Halu UCCAeAOBaHUS, TMOCBSIIEH-
Hble U3YyYEHUIO Y3JIOBbIX CTAAWUI pa3BUTUSI, MTO3BOJIM-
JIU BBIAEIWUTH TPU TIpyImbl npusHakoB (CeBeplosa,
Cesepuos, 2011; 2012). IlpuHamiexkHOCTh MPU3HAKa
K OQHOM M3 TPYMIT OINpeAeIsiiach XapaKTepoM UX W3-
MEHUYMBOCTU U KoppehaupoBaHHocTU. [loa Koppenn-
POBaHHOCTbIO Mbl MOHUMAJIM B3aMMO3aBHCUMOCTh
pPa3BUBAIOIIUXCS CTPYKTYP 3apOjbillia, BbIpaxkaeMylo
MaTeMaTU4YeCKM ITIOCPEACTBOM KO3 @PUIIMEHTa KOp-
pensiunu CniupmeHa. [pu 3HaueHUsIX KoadpuliueHTa
6ospire 0.6 KOppesIiisl CYUTAIACh YCIOBHO BBICO-
koii. I1pu 3HayeHuu B nuana3oHe ot 0.6 10 0.4 — cpex-
Hel, a mpu 3HadeHun MeHee 0.4 — cmaboii. B cocras
TEePBO IPYIIbl OTHECEHBI TPU3HAKU, XapaKTepU3yI0-
ILIMEe POCTOBBIE MPOLIECCHI B Pa3BUTUM: OOIIasl IJIMHA
mmunHKY (Lo), nrHa ee Tena (Lb) 1 XBOCTOBOI Ij1a-
ctuHbI (LX), mmprHa XBocToBOM I1acTuHbI (Wx). Ko
BTOpOi1, — mmpuHa (Wg) u anuHa ronossl (DIg), niu-
Ha mopnbl (D/) u mumpuHa poroBoit npucocku (W).
OTU NPU3HAKU pacCMaTPUBAIMCh HAMM KaK XapakKTe-
PUCTUKU TpoleccoB AuddepeHIMalui TOJOBHbBIX
cTpykTyp. K Tperbeit Tpyrie oTHeceHbl NMPU3HAKU:
5 OHTOTEHE3 Ne 5
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BbicoTa Mmopasl ( Vis), BeicoTa potoBoii mpucocku (H) u
IIMPHUHA POTOBOTO OTBepCTUs (R), a TaK XK€ paccTosi-
HUe MEXIy 3paukaMH 1J1a3 (eye). Jist 3TUX TPU3HAKOB
He ObUIM BbIJEJIEHbI Y3JI0BblE CTaIWM Ha UCCIeA0BaH-
HOM TIPOMEXYTKE pa3BUTHSI.

Llenbio gaHHOTO MCCAeIOBaHUS ObIIO TTPOBEICHIIE
OLIECHKW KOPPEIMPOBAHHOCTU Pa3BUTUSI TOJOBACTU-
KOB CO CTaJiM XBOCTOBOM IMOYKHM IO CTagUU MOYKHU
3aHEl KOHEYHOCTU. [lJIs1 BBITIOJTHEHUSI 3TOMN LEIu
ObLTa IOCTaBJIEHO HECKOILKO 3ana4: 1. OLeHUTh Kop-
PEeISIMOHHbBIE B3aMMOIEHCTBUS MEXTy MPU3HAKAMH,
XapaKTEPU3YIOLIMMI OCHOBHBIE ITPOLIECCH pa3BUBa-
forerocst 3apoapiia. 2. I[IpoBecTd OLIEHKY BO3MOX-
HOI MOAY/ILHOCTU Pa3BUTUSL.

MATEPHAJIBI 1 METOIbI

HccnenoBanne IpOBOOWIIOCH Ha IIOCT3MOpPHO-
HaJIbHBIX CTAIUSIX Pa3BUTUSI OCTPOMOPAON JISATYIIKA
Rana arvalis Nills., coOpaHHBIX Ha HYJCBOW CTaguu
Pa3BUTHS U3 BOZOEMOB ABYX pailoHOB ropoaa MoCKBEI
M 13 TIOIMOCKOBHOTO BogoeMa. B paitone KOxHoe by-
TOBO 13 BOIOEMa, PacIIOIOKEHHOIO Ha oKpanHe but-
LIEBCKOI0 Mapka, IPUMEPHO B IOJYKUJIOMETPE OT
BHelrHero kojbua MKAJI, Obuin B3STBI IPOOBI OT
6 k1anok. BomoeM mpencrasisieT coboOii MIyOOKYIO
sIMy, 3allOJIHSIEMYIO Tajloii BOJOM M COAEPKAIYIo
0O0JIBIIIOE KOJIMYECTBO OBITOBOIO M IIPOMBIILICHHOIO
Mycopa (ITOJIUITUWIECHOBBIE ITaKeThl, aBTOMOOWIbHEIE
MOKPHIIIKA U T.1.). BTopoli BogoeM pacmnosiarajics B
patione BoctpsikoBo, B 200 MeTpax OT BHYTPEHHETO
komena MKAJL, psgooM ¢ 6eH303aIIpaBKoOil. DTOT I10-
CTOSIHHBIMA BOOOEM ITOIOJIHSETCS KaK 3a CYET TaJou
BOZbBI, TAK M 3a CYET BOABI, MOCTYIIAIOLIC U3 COCEel-
HUX, OoJiee KPYITHBIX IpyaoB. M3 Hero ObUIN cCOOpaHbI
poOkI OT 6 K1agokK. TpeTuii BomoeM, 13 KOTOPOTO OCY-
HISCTBIISITICST cOOp MPOO MKPHI OCTPOMOPIOM JIATYIIKHA
OT ISATU KJIAJOK, pacrnojoxeH B 50 KM K 3aramy oT
MoOCKBEI, Ha TEPPUTOPUN 3BEHUTOPOACKOIT OMOJIOT1-
geckoli cranumy MI'Y. DToT BogoeM IIpencTaBiisieT
co0oi1 3apacTaoliiee 00JOTO C IOCTaTOYHO KMCJION
Bojoii (pH = 5.2).

I1po6s1 ukpel, 06beMoM okKosio 100 MKpUHOK OT
KaXXJIO# KJTaIKU, TIEpeHOCUJIUCH B 1a00PaTOPUIO 1 TTO-
MEIIAIMCh B KPUCTAJUIA3aTOPhI C BOAOIM M3 HATUBHBIX
BomoeMoB. TemmepaTypa BOABI MHOMAEPXHBajlach B
npeaenax 15—19 rpamycoB. Ctaauu pa3BUTHS OMIpee-
JsUIich coryiacHo Tabmuiam JlabarsH u CnenuoBoit
(1975), pa3paboTaHHBIM [JIsl TPABSIHOW JISATYIIIKU, HO
YacTO alIIPOKCUMMPYEMBIM 1 Ha pa3BUTUE OCTPOMOP-
noit sarymku. Ipocnexeno pazsutue ¢ 27 o 39 cra-
JuM BKIountenbHo. Kaxnpie 3—4 yaca no 10—15 iu-
YUHOK (UKCUpOBaIU 7% pacTBOpOM (popMaibaeruaa
IJIs Iocenyomiero ororpaMpoBaHUs IIPU IIOMO-
M (PoToKaMephbl, YCTAaHOBJICHHOM Ha OWHOKYJISIpE
bupMbl Zeisse.



366

CEBEPLIOBA, CEBEPLIOB

Puc.
OG6o3HaYeHUST TPU3HAKOB CM. B TEKCTE.

Ha ocHoBe nonydyeHHbIX (hoTorpaduii, ¢ MOMo-
IIbI0 TIporpaMMbl Axio Vision (Zeisse) IIpOBOOMINCH
MPOMEPHI JIMUMHOK MO CJEAYIOIIMM MpU3HaKaM
(puc. 1): obias mimHa TMIUHKY (Lo); JTMHa Tejia -
yuHKHU (Lb), oT HauboJsiee BhICTyNaloIIel YacTH roJio-
BbI O aHAJILHOTO OTBEPCTUS; JJIMHA XBOCTOBOM Iia-
ctuHbl (Lx), OT aHAJIbHOTO OTBEPCTHSI A0 KOHIIA XBO-
CTOBOM IUIACTUHBI; U IIIMPHUHA XBOCTOBOM ILIACTUHBI
(Wx), no HanboJiee UPOKOM YaCTU CEPEAUHbBI XBO-
CTOBOM IIACTUHEL, ajiruHa Mopabl (DI) — oT ocHOBa-
HUS Xa0p 10 HauboJiee BLICTYIAIOIIEe YaCTU MOP/IbI;
BbIcoTa Mopabl (Vis) — oT Kpast mpUCOCKMU 10 TOYKU
HauboJjiee BBICTYMAIOIIEH YacTU MOP/IbI; IIIMPHUHA TO-
JioBbI (Wg) — paccTosiHue, U3BMEpEHHOEe MO JMHWM XKa-
OEpHBIX 11IeJIel Y IMIMHKY, Jiexallleil Ha CITUHE; U1 -
Ha royioBsl (DIg) — paccTossHUEe, U3BMEPEHHOE Y TMYMH-
KU, Jiexallleid Ha CIIUHEe OT JUHUM XKa0epHBIX IIesei
J1o HanboJjiee BBICTyMNAIOIIE TOYKM MOPJbI; LIMPHUHA
npucocku (W) — paccTosiHre MeXIy BaJIMKaMU TIpU-
COCKH; BbIcOTa Ipucocku (H) B carMTTaabHOM Ha-
MpaBJICHUH; IIMPHUHA POTOBOro oTBepcTUs (R) — pac-
CTOSIHUE MEXIy YroJIKaMu POTOBOIO OTBEPCTHUS; pac-
CTOSTHUE MEXIY 3paukKaMH iia3 (eye).

IMonyyeHHble JaHHBIE 0OpadaThIBaIM IMPU TTOMO-
mw riporpaMm Excel m STATISTIKA 6.0. PaccunTei-
Ba KoadduieHT Koppensauuyu CrimpMeHa U CTpo-
WJINCh KOPPEISILIMOHHBIE Tpadbl.

PE3VJIBTATBI

IMocTtpoeHue KOPPEISILIMOHHBIX Tpad MPOBOIM-
JIOCh C TAKUM Pacye€TOM, YTOObI MOXKHO ObLITO OLIEHUTh
B3aMMOJIECTBME MPU3HAKOB BKJIOUEHHBIX B OMIHY
rpyrmny (puc. 2). BsauMoseiictBue Mexmy nmpu3HaKa-
MU TIepBOI TIpyINbl HabIogaeTcs: yxke ¢ 27 crtaauu
Pa3BUTHS Y B JaJbHEUIIIEM YUCIO KOPPEISILIMOHHbBIX
rnap 1 cuia ux B3aMMOJIEUCTBUS OCTAE€TCS Ha JOBOJIb-
HO BBICOKOM ypoBHe. KoadduiimeHTs Koppeassiuu

38 cramug

1. Mopdomerprueckre TPpU3HAKW Ha mnpuMmepe 38 ctamnu pa3BUTUS oOcTpoMopnoil Jsarymiku (Rana arvalis).

Boire 0.6 MexXmy TpU3HaKaMu “oOIast ITMHHA JIM-
yuHKu” (Lo) n “pnuHa tynosuiua” (Lb) wium “mivHa
XBOCTOBOM TacTuHbl” (Lx). “llIupuHa XBOCTOBOM
iactuHbl” (Wx), Kak Tpu3HaK, MapKUPYIOIIWA 1ia-
BaTe/IbHbIE CITIOCOOHOCTU, XapaKTepU3yeTCsl KoppeJsi-
LIMOHHBIM B3aUMOJEVCTBUEM C IPYTUMU NTPU3HAKAMU
TPYMITEI Ha 3614 U CTapIINX CTaAUsIX Pa3BUTHS. Y TIpH-
3HAKOB BTOPOW TIPYIIbl 3HAYUMble KO3(h(GULIMEHTbI
KOPpPESILMM OTMEUEeHbl HAYMHAasl TOJIBKO € 32 CTaJIuU.
ITo Mepe pa3BuTust B3auMo3aBucumMoctb Wg, DI, Wu
Dlg ctaHoBUTCS 60JIee OUeBUIHO: BO3pacTaeT AOJISI U
CcUJia 3HAYMMBbIX KO3(DHULIMEHTOB KOppessiinn. Mex-
JIy TIpU3HAKaMU TPEeTheil TpyMIibl HAOIIOAAI0TCS TOJb-
KO ciiabble 1 MaJIoOYMCJICHHbIe B3auMoaelicTBus. Ha-
ynHasi ¢ 34 cTaguu pa3BUTUSI TOJILKO ISl Taphl Vis-eye
OTMeUYeHa 3HauuMasi Koppessuus. st apyrux map
MIPU3HAKOB €CJIU U €CTh KOPPEJSILIMOHHBIC B3aMMO-
NIEUCTBUSI, TO OHU KpaliHe ciadbl. Takum oOpas3oM,
OOJIBIIIMHCTBO 3HAYEHUU KO3(P(PUILIMEHTOB KOppes-
uny CrimpMeHa BHYTPH BBIACICHHBIX TPYIIIT HE BbICO-
K1 U UX peajbHOe KOJUYECTBO 3HAUYUTEJIbHO MEHbIIIE
TeOpPEeTUYECKN BO3MOKHOTO.

bosee HamoIHEHBI KOPPEISILIMOHHBIE Tpadbl, OT-
paXxamollre B3aMMOAECUCTBUE MPU3HAKOB, OTHOCS-
IIMXCS K pa3HbIM rpyrimnam (puc. 3). I[1pu aTom yBeIu-
YeHUe Yrcia MEXTPYIIIOBBIX KOPPEISILUA TTPOUCXO-
JUT B KPUTUYECKUI TIEpUOI Pa3BUTUSI (Ha Y3JIOBBIX
CTaIMsIX) W BBIPAXKEHO, KaK IMPaBWUJIO, B MOSBICHUS
U/WIN YCUJICHUU KOPPEISITUBHBIX CBSI3CH IS MPU-
3HAKOB, aHAIM3UPyeMas CTaaus IJ1sI KOTOPBIX SIBJISIET-
cs y3noBoii (Cesepuona, CeBepiioB, 2011; 2012). Dta
KapTWHa Haubojiee HaNISITHO OTOoOpakeHa ISt
cranuii 32 1 33, ABISIIOIIMXCS Y3JIOBBIMU IS TIPU3HA-
KoB Lo, Lxwvt W, u st 361 craguy — y3JTOBOM TS TTPY-
3HakoB Lb, DIu Wg. UHTepeCHO OTMETUTD, UTO YHUCJIO
KOPPEJISILIMOHHBIX B3aUMOJICCTBUI HA APYTUX CTAIU -
SIX pa3BUTHUS TaK XK€ BEJIUKO, HO B UX YMCJIO BXOMST B
OHTOTI'EHE3 Ne 5
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27 ctagust 29 cramust 32 cramgus 33 cragud
Lo
Eye Lo
Lb Eye Eye Lo b Eye Lo b
R
S\ x R Lx
H |
Wwx H Wx
Vis DI . 7 DI
Dig g pig We pig
34 cranus 36 cragus 39 cragus
Eye Lo Lb
R Lx
H H Wx
o D/
w = W - Vis - W
——
We  pig Y& g Ve pig & pig

Puc. 2. BHyTpurpynmnosbie KOppesiiMOHHBIE Tpadbl, MOCTPOSHHbIE HA OCHOBE 3HaYeHU KoadhduiimeHToB Koppensiiyu Crup-
MEHa, paCCYMTAHHBIX JUIST aOCOMIOTHBIX 3HAYEHU I TIpU3HAKOB. [padbl paccunTaHbl 15T KaXKIou ctanu. 3HadyeHusT Koadhuim-
€HTOB KoppeJsiLiuu MeHblie 0.4 0003HaYeHbl TOYKOBOM JIMHKEN; 3HaYeHUsI O0sblie 0.6 — TOJICTOM CIUIOLIHOM TMHUEH; 3HAYEHUST
ko3¢ duLmeHToB Koppesaiuu 6obiire 0.4, Ho MeHble 0.6 — TyHKTUPHOM JIMHUENA.

27 ctanus 29 cragus 31 cramus 32 cramug 33 cragust
Lo

Eye Eye

Lb
Lx R

wx H
‘DI

/4
We Dig

36 cragus

Vis

Puc. 3. MeXrpynmoBbie KOppeIslMOHHBIE rpadbl, TOCTPOSHHbBIE HA OCHOBE 3HaYeHU T KO3 GUIIMeHTOB Koppestiuun Crmpme-
Ha, PACCUMTAHHBIX TSI aOCOTIOTHBIX 3HAYEHU I TTPU3HAKOB. [padbl paccumTaHbl 1 KaXKI0M cTanuu. 3Ha4eHUsT KoahhUuIeH-
TOB KOppesitiu MeHble 0.4 0603HaYeHbI TOUKOBOW JIMHUEN; 3HaYeHUs1 6oJibliie 0.6 — TOJICTOM CIUIOLIHOM JIMHUEN; 3HAYEHUST
ko3¢ duLmeHTOB Koppesiuu 6obiie 0.4, Ho MeHble 0.6 — MIyHKTUPHOM JIMHUEA.

OCHOBHOM MHOTOYHUCJIEHHBIE HE CUJIBHBIE KOppEJisi- TOPHBINA XapakTep pa3BUTHS JIMYMHOK OCTPOMOPHON
. Obwine Takux B3aUMOIECUCTBUIA HE MO3BOJISIIOT — JATYIIKH.

O0BENUHUTH TPYMIIbl BbIACJIEHHBIX MPU3HAKOB B ca- WHBIM BO3MOXHBIM MEXaHU3MOM PETYJISILUM Pa3-
MOCTOSTENIbHBIE MOAyaU. HampoTus, oOWMe MEX-  BUTUSI MOXET OBbITh KOPPEJISTUBHBLIE B3aUMOIEH-
TPYIIIOBbIX B3aUMOJIEICTBUI IEMOHCTPUPYET PeryJjisi-  CTBUsI, HaOI0IaeMble HE MEXIY aOCOTIOTHBIMM 3HA-

OHTOT'EHE3 TomM 44 Ne5 2013 5%
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27 craaust 29 craaust 31 cranus 32 cragust 33 cragust

We/Lb
Wg/Lo
Wg/Vis
Dig/Wg
Dig/Lo
Dig/Vis Dlg/Lb PI/We

Eye/Wg Lb/Lo
Eye/Wg Lb/Lo Eye/Wg Lb/Lo Lx/Lo Eye/Wg Lb/LoLx/Lo 0 Lx/Lo
RIWe &ile R/Wg Lx/Lb R/Wg NS Lv/Lb A LY/ Lb R/Wg S L/ L
W/H Wa/Lo W/H wx/Lo  W/H N Nwas/Lo 7 {Vx/ Lo W/H g N7
We/Lb Wg/Lb We/Lb / X Wg/Lb Vs 1\

Wx/Lx
Wg/Lo

W/ Vis
Dig/Wg
Dig/Lo
Dig/Vis pig/Lb DI/We

“ifDIfLo weVis

Di/Lo \
Dig/Wg W\

Dig/Wg iDi/Lb
Dig/Lo DiyVis
Dig/Vis pig/rb DI/Wg

Dig/Lo i g
Dig/Vis plgjLp Dl

Wg

Y
Dig/Vis plgjLb PI/Wg

38 cranus 39 cranus

Eye/Wg Lb/LoLx/LO E
: ve/Wg Lb/Lo
RIWE = Lx/Lb R Lx/Lo

\ Wx/Lo W/H
Wa/Lx Wg/Lb

Di/Lo W&/Lo
Wg/Vis

34 cranust 36 crapus 37 cranust

Eye/Wg Lb/Lo Lx/Lo

Wx/Lx Wg/Lo |\

dDi/Lo Wg/Vis X3
Dig/Wg X,

4 STy DI/ W -
Dig/Vis pig/Lb DY/ We Dig/Vis Dlg/Lb D'/ W8 Dig/Vis pig/Lb DI/Wg

Dig/Vis pig/Lb DY/ We

Puc. 4. KoppensiuumoHHble rpadbl 17151 OTHOCUTENIbHBIX 3HAYeHU I TPU3HAKOB. VICK/IIOUEHBI BCe KOPPESILIMU MEXKIy KOMITOHEH-
TaMM MPOTOPLU (He yKazaHbl KOppessiiiuu Mexay napamu Lb/Lowv Lx/LouT.1.). [padsl paccunTaHbl [U1sl KaXa0u cranuu. 3Ha-
yeHUst KO3(hMULIMEHTOB KOppeasiinu MeHblie 0.4 0003HaYeHbl TOYKOBOI JIMHKEN; 3HaYeHUsT O0biie 0.6 — TOJICTOM CIUIOLIHOR
JIMHKUEN; 3HaYeHUST KO3 GULIMEHTOB Koppesuuu coblire 0.4, Ho MeHblie 0.6 — IyHKTUPHOU JIMHUEH.

YEeHUSIMU TIPU3HAKOB, a MEXIY HX OTHOIIEHUSIMU.
DTOT MokKazaresib MOXKHO pacCMaTpuBaTh KaK XapakK-
TEPUCTUKY COTJIAaCOBAaHHON MPOMOPLMOHAIBHOCTU
pasButus (Irmleretal., 2004). Kak BumHO u3 puc. 4,
CUJIbHBIE KOPPEJSILMU HAaOII0MaI0TCSI MMEHHO Ha TexX
CTaIMsIX, I KOTOPBIX BBIIEJEHBI Y3JIOBBIE CTaIWUU.
JLJ1s1 MOY3JTOBBIX CTaAuid, T.€. ¢ 27 110 31 BKIIIOUUTEIBHO
XapaKTepHO HEMHOTIO CJIA0bIX KOPPEJISILIMOHHBIX B3a-
MMOJICICTBUI, a Ha TIOCTY3/IOBBIX cTanusx, 38 u 39ii,
JIOJIST KOpPEJsIIUiA CUJTbHO BO3pacTaeT, HO OOJIbIITIH-
CTBO M3 HUX He TpeBbIaeT 3HayeHue 0.4. CoocTBeH-
HO Ha Y3JIOBBIX cTamusx ¢ 32 mo 37 HaOmomaercst
YCTOMYMBAST KOPPEJSIIINS IBYX OCHOBHBIX IIPOLIECCOB:
obmiero pocra tena (Lb/Lo) n pa3aMepoB XBOCTOBOM
nminactuHbl (Wx/Lx). OgHako, 3Ta Koppeasiius (ak-
TUYECKU €IUHCTBEHHAasl, OCTaJbHbIE Xe KOppessInu,
MHOSIBJISISICh HA OMHMX CTAIVSIX, HA OCSOYIOIINX, JIV-
00 cTaHOBSTCS OoJIee CIaOBIMHU, JTMOO HEe 3HAYMMBIMM.
BOTO KOPPEJSITUBHOE OOMJIME MOXET OBITh OTPasKeHU-
€M TOJIbKO OoOllleil 3aperyJMpoBaHHOCTH IIpoliecca
pa3BUTHSI, KOTAa HE TOJBKO HEMOCPEICTBEHHO BCE
MPOLIECCHI Pa3BUTHSI, HO Y MX B3aMMOACHCTBUSI HaXO-
JISITCSI B IOCTOSIHHO COIIAaCOBAaHHOCTH APYT C IPYTOM.

OBCYXIEHHUE

PazButue 11060ro opraHm3Ma HeJib3s1 OTPbIBATh OT
MPOCTIEKTUBHOTO 3HaYeHUsI — (hOPMUPOBAHUS (PYHK-
IUOHUPYIOIINX CTPYKTYp. CTPYKTYpHI (IIOACHUCTEMBI
opraHusma) (oOpMUPYIOTCS 1 HAUMHAIOT (PyHKITMOHM -
poBaTh K TOMy MOMEHTY, Korja ux (yHKIIMHA HEOOXO-
JIIMMBI, KAK KOMIOHEHTbI MPUCIOCOOJIEHHOCTH opra-
au3ma. I[1.K. AHoxuH (1968) Ha3Baja 3TOT MPUHIIUIT
cuctemoreHe3oM. HeobxonmMocTs GopMHUpOBaHUST
agarTUBHOI OpraHU3alliM K HaYalTy CJISIYIOIIEro aTa-

1a OHTOTeHe3a B IOJIHOM Mepe OTHOCUTCS K LEI0CT-
HOMY OpraHusMy. ¥ OCTPOMOPION JISITYIIKU TaKUMU
3Taramu SIBJISIIOTCSI BbUIYILJIEHME U MepeXo/l K aKTHB-
HOMY IUIaBaHUI0. MopdoMeTpudecKuii aHajIu3 pas-
BUTHSI MO3BOJIIET MaTeMaTUYECKMMH METOIaMM BbI-
SIBUTb B3aMMOCBSI3b Pa3BUBAIOIINXCSI CTPYKTYP U OLle-
HUTb UX POJIb B 0011IeM pa3BUTUMU opraHu3ma. Ha atom
OCHOBAHUM KOPPEJISILii MEXXAY NpU3HAKAMU MOXHO
paccMaTpuBaTh KakK IIPOSIBICHHE MHOXKECTBEHHBIX
(YHKIIMOHATBHBIX B3aMMOAEUCTBUI MEXIy pa3BUBa-
rommmMucs crpykrypamu (Raff, 1994; Schwenk, 2001;
Schwenk, Wagner, 2003, 2004). Koppensiiiun BHYyTpU
TPYMII IIPU3HAKOB, XapaKTEPU3YIOIINX POCTOBEIE IIPO-
1ecchl uan auddepeHIIMannio TOIOBHBIX CTPYKTYD,
MOKa3bIBAIOT, YTO B3aMMO3aBUCHUMOCTb TTOKa3aTesei
pocTa MpOMCXOIUT 0 3Tarna Havyajia (QyHKIIMOHUPO-
BaHUS opraHa. XBOCTOBas IUIAaCTUHA HAYMHAET PacTu
¥ IIpUoOpeTaTh IIPOITOPIIMM, O0eCIIeYNBaIONINE TIjTa-
BaHUE IO PACILIBITHS TOJIOBACTUKOB 1O BojoeMy, Pa3-
MepBl U IPOIOPLIMY TOJIOBBI CKJIAIBIBAIOTCS ITO3KE,
Ha CTaIMsIX I10C/E€ BBUIYIUICHUSI, HO MX (PYHKIIMOHM-
pPOBaHME HAYMHAETCS TOJIBKO C IIePEeX0I0M K aKTUBHO-
My KopMmJieHU10. [Ipy 3TOM CBSI3M MEXAY OTIAeIaMM
pa3BUBalolleiics TUYUHKA OKa3bIBAIOTCSI MHOTOUMC-
JICHHBIMU M pa3HOOOpa3HbiMU. VX cTaHOB/IEHUE MO-
JKET paccMaTpUBaThCS, KaK PETyJISITOPHBIN MEXaHU3M
pa3Butus (CeBepiiona, 2002).

OnuH 13 BO3BMOXHBIX CLIECHAPUEB TAKOM! PETYIISLINU
pa3BUTHUSL OCHOBAH HA CUTyallM, KOI[a, BHICTyMAas B
POJIV BHYTPEHHUX CEePXKUBATEJIC, KOPPEISILIUU CHU-
KaroT (eHOTUMUYECKYI0 U3MEHUYMBOCTD, CyXasl CTe-
HeHb cBOOOABLI pa3BUTHSI. B CBOlO ouepennb, Takoe
Cy:XeHHe BapuabesIbHOCTU pPa3BUTUS TOM WJIM WHOM
CTPYKTYpHI OyIeT CONpPOBOXIAThCSI BBLICOKOI CTeIle-
HbIO B3aMMOJCHCTBUSI MEXTY 2JIeMEHTaMU, KOTOPhIC B
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JIaJIbHEUIIeM pasaessaiorcs Ha Moayau. OmHaKo, Kak
noka3zaj Galis ¢ komeramu (Galis, Metz, 2001; Galis,
Sinervo, 2002), BbICTyIIast B poJiy MOIyJIei (DUIOTUTIH -
YyecKue CTaavM, Mo TePMUHOJIOTUM aBTOPOB, Hanubo-
Jee y13BUMEBIL. HapyliieHue B omHOM M3 MOJIyJIei OyeT
HEU3MEHHO TMPUBOIUTHL K CEPbE3HBIM MpobjieMaM BO
BCEM Pa3BUTUM. HEBO3MOXHOCTU PA3BUTUS TNIMHKI
MpU yTpaTe ero CTPYKTypHO1 yactu. Takoit myTh pas-
BUTHUSI pacCMaTpPUBaeTCsI MHOTMMU aBTOpaMU KakK Ma-
JIOBeposITHBIN 1 He 3 dexkTuBHBIN (Roth, Wake, 1985;
Wake, 1989; Chipman, 2001; 2002; Richardson,
Oclschlager, 2002; Bininda-Emonds et al., 2003; Galis
et al., 2003), MOCKOJIbKY, KaK MOATBEPXKIAOT U HAIIIN
NaHHbIe, HAOII0AaeTCsI MHOTO B3aUMOJEHICTBUN MeX-
Ty MOIYJISTMH.

WHoi1 peryJIITOpHBIA MEXaHU3M OCHOBAaH Ha pas-
HOI CTENEeHM COIJIaCOBaHMSI Pa3BUBAIOLIMXCS CTPYK-
TYP, BRIpAXKAIOLIETOCS B OOMJIMH CIA0BIX KOPPEIISITUB-
HBbIX CBsI3ell WM TIOSIBJIGHUM HEOOJBIIOro 4Yucia
KECTKUX KOppeJisiliuii. DTOT BapuaHT KaxeTcsl 6ojiee
peaIMCTUYHBIM. Be3yclioBHO, pa3BUTHE OTIACIBHBIX
CTPYKTYp 3apojiblilia, HECYIIMX pa3Hylo (HyHKIIMO-
HaJIbHYIO Harpy3Ky, OueHb BaXHO. B To ke Bpewmsi, ec-
JI ObI UX Pa3BUTUE TTPOXOINUIIO BHE CBSA3U C IPYTUMU
CTPYKTYpaMU OHO OBIIIO Obl OECCMBICIEHHBIM: Opra-
HU3M Tepsi1 Obl CHOCOOHOCTh pearnpoBaTh Kak eIMHOE
nesoe. B kpaitHeM BapMaHTe TaKoil paccorjiacoBaH-
HOCTH Mpollecca pa3BUTUS OpraHU3Ma, KaK eIrHOro
11eJIOT0, MOXHO TOBOPUTh O TPYIINe MPU3HAKOB, Xa-
PaKTepU3YIOIIMX pPa3BUTUE KAKUX-TO OTHEIbHBIX
CTPYKTYp 3apojplilla, YTO MOXKET MPUBOAUTH K BO3-
HUKHOBeHUIO TerepoxpoHuii (Richardson, 1995).
ITpeanonaraercs, 4YTo 3TOT MEXaHM3M BO3HUKAET KakK
Ccrnoco0, CHUXKAIOIIWI BepOSITHOCTh HapylLlIeHW pas-
BUTHUS MIyTEM KOMITApTMEHTU3AIMU Pa3BUBAIOIIEIOCS
opranusma B Moy (Raff 1994; 1996) u peanuzauus
TaKoro ClieHapusl pa3BUTHUS, O-BUIUMOMY, HaOII01a-
€TCsl TOJIBKO B CTPECC-YCJIOBUSX, MPUYEM Ha SMOPUO-
HaJIbHbBIX CTAUSIX, KOT/Ia MOIYJIU ellle He B3auMOIeii-
CTBYIOT ¢ oKpyxartoiieit cpenoit (CeBepiioBa, CeBep-
1o, 2007). B HopMaJIbHBIX YCJIOBUSIX OOILMM XOf
pPa3BUTHUS XapaKTepU3yeTcsl HU3KOW MOIYJIbHOCTBIO
(Galis and Metz, 2001; Galis and Sinervo, 2002; Galis
et al., 2002), MOCKOJIBKY I'PaHUIILI MOMYJIEH pa3MbIThI
13-3a OOJIBIIIOTO YMCIIa B3aUMOAEUCTBUIA MEXIy HU-
MU. BO3MOXHO 3TOT cuieHapuii pa3BuTusi, Beaen Mp-
Mepiau ¢ kojeramu (Irmlery et al., 2004) moxHO oxa-
paKTepu30BaTh TEPMUHOM “corjiacoBaHHasi MPOIop-
LIMOHAJILHOCTL” WM, 0OoJyiee TIPUBBIYHBIM IS
PYCCKOSI3BIYHOM JIMTepaTyphl “cOalaHCMpOBaH-
HocTh passutust” (LlImanwrayseH, 1969). B npemio-
JKEHHOM B CBOE BpeMs YOIIWHITOHOM MOJIETN “31H-
TeHeTUYeCKOro JaHmimadTa”, pa3BUTHE OTIEIBbHBIX
CTPYKTYp MPOUCXOIUT B Mpeaesax Tak Ha3blBaeMOIo
Kpeoga — KaHajia pa3BuTust (YomauHITOH, 1947;
IuiukuH, 1984). IToHATHIO Kpeoda COOTBETCTBYIOT
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“copMmooOpaszoBarenbHbIii  anmapar”  (Duiaros,
1939) u  “mopdoreHeTnyeckue  Koppeasuun’

(Imanwraysex, 1938, uut. mo 1982). B monenu You-
ITUHTTOHA M B 00001meHnn PuaToBa HE paccMaTpH-
BalOTCST MEXKpeomHble B3auMomaeiicTus. [lImanbray-
3€H CTPEMMTCSI MPEOJO0JIETh ITOT HEIOCTAaTOK, BBEIS
MOHSITAE 3PTOHTUYECKUX KOppeasuuii — (hyHKIIMO-
HaJIbHBIX B3aUMOIEUCTBUIA He BITOJTHE C(hOPMUPOBAB-
IIMXCST, HO yKe DYHKIIMOHUPYIOITNX CTPYKTYp. OmHa-
KO MEXKpEOIHbIe B3aUMOJEUCTBUS HAYMHAIOTCS
paHbliie, YeM TMOJACUCTEMBbI OpraHmM3Ma, Kpeoabl WU
MOJIYJIH, TIO TEPMHUHOJIOTUH 3apyOesKHBIX aBTOPOB, T0-
CTUTAIOT (DYHKIIMOHATHLHOTO COCTOSTHUS. DTH B3aNMO-
JIEWCTBUS U BBIPAXKAIOTCS CJIA0OBIMU U CPETHUMM KOP-
pesiuus MU (PyHKIIMOHAJIBHO HE CBSI3aHHBIX TMOACH-
CTEeM pa3BUBAIOIIIETOCS OpraHu3Ma. Takum oOpa3oMm,
MEXKPEOTHBbIE B3aMMOICHCTBUST OOECIIeUYNBAIOT IIe-
JIOCTHOCTB Bcero opraHn3Ma. OHU, KaK ¥ BHYTPUKpPE-
OITHBIE SIBJISIIOTCS] MOP(OTEHETUYECKUMU KOPPEIISIIIN-
sIMU, HO OoJiee CIa0bIMU, YeM KOPPeJSIiMKA BHYTPU
Kpeoma. PaHee HaMM BBICKA3BIBAJIOCH ITPEATIONOXKE-
HUE, YTO UMEHHO KOPPEJIIIIMOHHBIE CBSI3H OYIyT BBI-
CTynaTh B POJIM ‘“‘caepxKuBaTesss” W3MEHUYMBOCTH U
TeM caMbIM OYIyT OMpeaesisiTh XapaKTep pa3BUTHSI OT-
IIEJTLHBIX CTPYKTYpP B Ipemeiaax HopMbI peaktmu (Ce-
Bepuona, 2007). Ho ara ympolineHHast cxema siCHa 1
TOHSITHA TOJIBKO Ha HaYaJIbHBIX dTarmax pa3Butus. [1o
Mepe pa3BUTHSI, YEM CJIOKHEE CTAHOBUTCS CTPYKTYpa,
TeM BaXXHEe COXPaHMUTb €€ IEJOCTHOCTb BOITPEKU
nuddepeHivanm yacteit. CooTBETCTBEHHO, MEPBO-
CTETIEHHYIO POJIb HAUYMHAIOT MIpaTh MEXKPEOIHBIE
B3aMMOJICHICTBUSI, KaK pa3 U obecrieurBarolme ob-
LIyl cOaJIaHCUPOBAHHOCTh PA3BUTUSI MOCPEACTBOM
KOPPEISIIMOHHBIX B3aNMOICHCTBII MEXIY pa3BHBa-
FOIIIUMMCST CTPYKTYpPaMH.
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Crucial Stages of Embryogenesis of Rana arvalis:

2
Part 3. Modularity or Developmental Integrity

E. A. Severtsova and A. S. Severtsov

Biological Faculty, Moscow State University, Moscow, 119899 Russia
e-mail: Severtsova EA@gmail.com
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Abstract—Static analysis of the morphometry of larvae of the postembryonic stages of development of Rana
arvalis made it possible to estimate the extent and nature of correlations between developing structures. Con-
sidering a correlation as a manifestation of multiple physiological interactions between developing structures,
we showed that the most likely scenario is the development of larval structures as a holistic process that is
accompanied by an increase in the proportion of minor correlative interactions with an increase in the total
number of structures. During the critical periods of development, an increase in the proportion of stronger
correlative interactions between the structures that form at this stage of development is observed.

Keywords: crucial stages of development, phylotypic stages, modularity, variability, correlation, Rana arvalis

2 This is the third in a series of three papers dealing with crucial stages in the embryonic development of this species. In Part 1, their
analysis is based on linear measurements of embryonic structures; in Part 2, on parameters of variation in developing head structures.
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KPATKHUE COOBIIIEHUA

HEWHBA3UBHBIN METOJ UJIEHTU®UKAIIUN
ITOJIA ITEHIIOB XKYPABJIEN 11O JTHK
N3 KAITMJIJIAPHBIX COCYAOB AJIJTAHTOUCA
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[Moctynuna B penakiuio 27.02.13 1.
OxoHYaTeIbHBIN BapuaHT ImojiydeH 11.04.13 .

Ha uetnipex Bumax xypanieii (moaceM. Gruinae, Aves), pa3aMHOXKaBIIMXCs B [IUTOMHUKE peaKuXx BUIOB
Kypasiieit Okckoro 3arnoBeaHuka B teueHue 2009—2012 rr., IpoaeMOHCTPUPOBAH HEMHBA3UBHBIN METO/I
oIpeesIeHUs MoJ1a MTEHIIOB IocJie MX BbLITyIUIeHMs Ha ocHoBe JIHK, BoineneHHOM M3 KamUIISIPHBIX COCY-
JIOB aJlJTaHTOMCA MOICKOPIYITOBBIX 000JI04eK siuil. Mcrmomb3yst MoneKyIsipHbIii Mapkep nojia EE0.6, ycta-
HOBJIEH T0JT 26 TITeHLIOB cTepXa Grus leucogeranus, 15 ITEHIIOB ITTOHCKOTO XypaBis G. japonensis, 4ETBIPEX
MTEHIIOB ceporo Xypais G. grus U OTHOTO TITeHIIA XYpaBJisi-KpacaBku Anthropoides virgo. JlaHHBI MeTON
MOXET ObITh PEKOMEHIOBAH JIJIsT OTpeIe/IeHUS M0JIa NTEHIIOB M COOTHOIIIEHMSI TTOJIOB Y XypaBJieii, pa3MHO-
JKAIOIIMXCS KaK B UCKYCCTBEHHBIX YCJIOBUSIX, TAK M B TIPUPOTHBIX TTOMYJISIIIMUSIX.

Kurouesvie cnosa: Xypasiau, onpeiesieHUe MoJia, aJuUIaHTOMC, TTOACKOpIIynoBast oboyouka, JIHK, HemHBa-

3UBHBIC MOJICKYJIAAPHBIC MCTOILI.

DOI: 10.7868,/S0475145013050054

ITtuner cemeiicra KypaBiuHbix (Gruidae) He 00-
JIaIal0T BBIPAXKEHHBIM BHEIIHUM IOJIOBBIM JUMOP-
duzmom. Kak mpaBuiio, caMIibl XXypaBlieii KpyITHee,
yeM caMku (PauHT, 1987), ogHAKO MCITOIb30BaHIE
JIMIIIb pa3MEPHO-BECOBBIX KPUTEPUEB HE TapaHTUPY-
€T yCTaHOBJICHME TMoJia JaXe Y B3POCIOM MTULIbI
(Swengel, 1996). AKYCTUYECKUIA METOI ITO3BOJISIET
OIIPEAENSITh MOJI XypaBJjei 0 0COOEHHOCTSIM BOKa-
JIU3aun He paHee, YeM B Bo3pacTe 8—12 mecslies,
KOTIa IIPOMCXOIMUT “TOJIOCOBOE CO3peBaHME” TMITHIL
(Walkinshaw, 1973). ITokazaHo, 4TO caMmlibl U30AIOT
Oojiee HuU3KMe 3ByKM, yeM camku (Carlson, Trost,
1992; bparuna, béme, 2007), HO yallle BCEro 3TO
MOXHO YCTaHOBUTb TOJIBKO IPU UCITOJTHEHUN YHUCO-
HaJIbHBIX KPUKOB B JIy3Te ¢ OpayHbIM MapTHEPOM
(Archibald, 1976; Swengel, 1996). OnpeneneHue 1o-
JIa y ITEHIIOB XYypaBJieil elle 6ojiee 3aTpyIHUTEILHO
He TOJBKO B CBSI3U C OTCYTCTBUEM MOpdOMeTpUUe-
CKUX pa3jnduii, HO U pa3JIMYUii B CBUCTOBBIX 3ByKax
(Knenosa u ap., 2005; 2008). Bmecte ¢ TeM, IIpobie-
Ma TiojioBol nuddepeHIInalii NTeHIIOB YPe3Bbl-
YalHO aKTyaJibHa IpU pa3BeACHUU KypaBJIeil B UC-

KYCCTBEHHBIX YCIIOBHUSIX W [UISI BEACHUS TUIEMEHHBIX
KHMUT, IIOCKOJIBKY OOJIBIIIMHCTBO BUAOB 9TUX IITUL SIB-
JISTIOTCSI peIKMMU U OXpaHSIeMbIMU KakK B Poccuu, Tak
u B mupe (Meine, Archibald, 1996).

HaubGonee TouyHass mnosioBas wuaAeHTUGDUKALIWS
NTHUI, B TOM YUCJIE HA pPaHHUX 3Talax OHTOreHe3a,
JIOCTUTAETCS C TIOMOIbIO aHAIM3a U3BMEHYUBOCTHU Te-
HOB, JIOKQJIM30BaHHbIX B MOJIOBBIX XpPOMOCOMAX y Te-
TeporaMeTHbIX caMoK (Kapuotuit WZ) 1 roMorameT-
HBIX cam1oB (ZZ). HanGonee pacnpocTrpaHeHHBIMU
JHK-Mapkepamu 1i0j1a y TITUILL SIBJSIIOTCSI T€H XPO-
moxenmmkasbl (Ellegren, 1996; Griffiths et al., 1996;
1998) u yHuKanbHas MOCJeA0BaTEIbHOCTh W-XpO-
mocombl EEQ.6 (0.6 .im.H. ¢pparmenT EcoRI) (Ogawa
et al., 1997; Itoh et al., 2001). MexaHu3M orpeaese-
HUs TT0J1a ¢ moMoInbio Mapkepa EE(.6 3akimiogaetcs B
BBISIBJIEHUM CIleIM(PUUECKON T0CIe10BaTeIbHOCTU
¢dukcrupoBaHHOTO pazmMepa Ha W-XpoMocoMe CaMOK.
Ilpu sTOM HaHHBIT Mapkep CONEPXKUT OOLIMM s
caMILIOB U caMoK Z/W BHYTpeHHUI KOHTPOJIb, SIBJISI-
IOLIMIACS YacThlO PK30HAa — KOHCEPBAaTUBHOM TOCIe-
JIOBaTeJIbHOCTU ClieIUIEHHOro ¢ mojoMm reHa (Itoh
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et al., 2001). Takum 0Opa3oM, B MOJIMMEPA3HOI 1IEII-
Hoii peakuuu (ITL[P) y camiuioB amminduLmpyercs
onuH ¢pparmeHT JJHK m3BecTHOI MIMHBI, JAIOLINI
Ha aJieKTpodoperpaMMe OTHOMNOJIOCHBIN CIIEKTP, a y
camok — aBa [T P-nmipoaykra, oqvH 13 KOTOPBIX COB-
rmagaeT Imo pasMepy ¢ “MyXCKuM” ¢dparMeHTOM, a
Jpyroi crieliudryeH TOJbKO 151 CAaMOK (IBYXIOJIOC-
HBII1 CIEKTP).

JI1s1 MOJIEKYJISIpHOM TMAarHOCTUKM I10JIa IITEHIIOB
MEPBBIX MECSLIEB XXU3HU 3a00p KPOBU TIpeICTaBIIsIeT
OYEeBHMIHBIN PUCK, TO3TOMY HEMHBA3MBHBIE METOIIbI
nonxydyeHus marepuana — uctounuka J{HK ocobenHo
BaxkHbI. KanuiisipHele cocyabl B aJUIaHTOMCE Silia
SIBJISIIOTCSI YaCThI0 KPOBEHOCHOM CHCTEMBI IITEHIIA —
MX COOOILIEHNE C MYITOYHBIMHU COCYIaMM OOeCIICUr-
BaeT JAbIXaTEJbHYIO U BBIACIUTEIbHYIO (DYHKIIMU pa3-
BuBatolerocs smopuona (Iunbept, 1993). IMocie
YCIICIITHOTO BBUTYTIJIEHUS TITEHIIA B TTIOJCKOPJIYITOBOM
000I0UKe STiIIa OCTaeTCs pPeayLMPOBAHHBINA aJlIlaH-
TOMC, 9aCTO C COXPAaHUBIINMM KaOWLUISIPHBIMU COCY-
JIaMU, KOTOPBIE MOTYT CJIY>XXKUTh MaTepHUaIoOM JIJIsl BbI-
nenenuss JHK (puc. 1). O6 ucrnonb3oBaHUM COCYI0B
autaHTonca Kak ncrouynuka JJIHK mist onpenenenms
noja y SMOPMOHOB U “HOBOPOXIEHHBIX’ NTEHIIOB
M3BECTHO U3 paboT nmo momamiHuM Inrunam (Turkyil-
maz et al., 2010; Bozkayaa et al., 2013). CBemeHus o
MPUMEHEHUU 3TOTO METOoJa y PeAKUX BUAOB IITHII,
pPa3BOAMMBIX B MCKYCCTBEHHBIX YCJIOBUSIX WIU pa3-
MHOXKAIOIIUXCS B IIPUPOE, OTCYTCTBYIOT. [10CKOJIb-
Ky B LICHTpaxX pa3BeIcHUSI XypaBliell CyIICCTBYET
MpaKkTUKa COXpaHEHMs U TOAAep>KaHUS MapKUpO-
BaHHbBIX KOJUIEKLIMN CKOPJIYIIbI SIM1l, Mbl OOpaTuiv
BHUMaHMWE HAa BO3MOXHOCTb MCITOJIb30BAaHUSI TaKUX
KOJUIEKILIMI IJIs1 OIIpeIe/ICHUS 110J1a BELUTYIIMBIINXCS
MTEHLIOB.

B TeuyeHme 4deTHIpEX CE30HOB Pa3MHOXCHHS
(2009—-2012 rr.) xxypaBneit B [IuToMHUKE peaIKUX BH-
OB Kypasieii OKCKOTO rocyaapCTBEHHOTO TIPHPO/I-
Horo ouoccepHoro 3amoBeaHuka (najgee — ITutom-
HUK) MBI TECTUPOBIM METOIWKY MOJEKYISIPHOTO
ompeneieHUs moyia Ha 44 mTeHIaX YeThIpeX BUIOB
KypaBjieli ¢ MCITOJIb30BaHMEM KanWLISIPHBIX COCY-
JIOB ajiylaHToMca (Tabiunna). AJJIAHTOUC SIUIT YAaJ0Ch
B3STh IUISI TEHETUIECKOTO aHaI3a He OT BCeX MTEH-
1IOB U He OT Bcex coaepkaiuxcs B [InToMHUKe BU-
ITOB XXYypaBJieil, MOCKOJIBKY BO MHOTHX CITy4JasiX pOIu-
TEeTU ChemaTd CKOPJYIY cpasy IT0Cie BBUTYTUICHHS
MNTEHIIOB. Bcero nocTymHbIMU 1151 pabOThI OKa3aauCh
MOACKOPJIYHOBbLIE 000704KM 26 gull crepxa (Grus
leucogeranus Pallas), yeTbIpex vl CEPOro XypaBJisi
(G. grus L.,) u omHOTO sTiflia XypaBJsi-KpacaBKu (An-
thropoides virgo L.). Kpome TOro, ImomcKopiyroBbIe
000J10uKH 15 s ssmoHcKoro Xypasis (Grus japonen-
sis Muller) Ob111 TToTy4eHbI co CTaHIIMA PEUHTPOIYK-
IIUY PEIKUX BUIOB IITUIL XMHTaHCKOTO TOCYTapCTBEH-
HOTO TpupoaHOro 3anoBegHuka. B 2009—2012 rr. Ha
CraHIMI0 PEMHTPOIYKILIMU ObUIM MepeaaHbl siia oT
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AJJTAHTOWUC gila

<X\ KaruusipHble
coCy/Ibl

Puc. 1. ®otorpadust aaaHTOUCA Siila SITOHCKOTO XKY-
PaBJIs ¢ KAMWLISIPHBIMHU COCYIaMU.

Npou3BOIUTENIeH SAMOHCKUX Xypasieil [lntomHuka
IS MTHKYOalMy ¥ BhIpalllMBaHUS IITEHIIOB C IIOCTIe-
JIVIOIIMM MX BBEIITYCKOM B IPHUPOAY Ha TEPPUTOPUU
AMypckoit obGiacTu — B Ipeaesiax €CTECTBEHHOTO
THE3I0BOIO apeaja TaHHOTO Buaa. SIMOHCKMIT XKy-
paBib U cTepX — Haubosee penkue B Poccum Bumbl
Xypasiielt, 3aHeceHHble B KpacHyio kHury Poccuii-
ckoit denepanuu (I kateropus craryca) u KpacHsiit
crcoK MexXIyHapoIHOTrO COI03a OXpaHbl ITUII. 2Ky-
paBJib-KpacaBKa U CEpbIii KypaBjib — CaMble pacipo-
cTtpaHeHHble B Poccuu BuAbl KypaBiieil, OZHAKO
OXpaHsieMble Ha PErMoHaJIbHOM YPOBHE B CBS3U C
yrpo3aMyd MeCTaM MUX OOMTaHUI M, KaK CJIEICTBUEC,
COKpalllalolIeics YMCIEHHOCThIO.

Brrgenenne JIHK 13 npenaprpoBaHHbBIX KalALIsI-
POB aJuTaHTOMCA TTPOBOAWIM C TTIOMOIIBI0O HOHOOOMEH -
Hoii cmonbl Chelex100 (Walsh et al., 1991). B xauectBe
MapkKepa TMojla WCIOJb30BaIM TMOCJIeA0BATEIbHOCTh
EE0.6, aMImndpunpoBaHHYIO ¢ IIOMOIIBI0O KOMOMHA-
uuun npaiitMepoB A (AWS05/NRD4: 5'-CACCCTG-
GATTGGACAACCTATTTC-3; 5'-TCAGAG-
CACTCTTTCCAGGAA-3") u B (SINT-F/SINT-R:
5'-TAGGCTGCAGAATACAGCAT-3'; 5'-TTGTG-
CAGTTCTAGTCCATA-3"), aganTUpOBaHHYIO IS
Kypasinieit (Bao et al., 2009a; 2009b) u nmpoTecTupo-
BaHHYI0O HAaMM paHee Ha pa3HbIX BUAAX XXypaBlieil ¢
u3BeCTHBIM moJioM (Mynpuk u ap., 2011; Mynpuk
u ap., 2013). VYcnosua IIILP Obuu ciaemyrommmu:
nepBuYHasl aeHarypauus npu 94°C — 5 MuH, nanee
30 LUMKJIIOB, BKJIIOYAIOLIUX JeHaTypaLuio rpu 94°C —
50 ¢, orxur ipaiimepoB ipu 57°C — 50 ¢, a;1oHTanIo
npu 72°C — 50 ¢, 1 3aBepuIaioniast JI0HTalUs IpU
72°C — 10 MuH. Dnektpodope3 INL[P-npoaykToB
npoBoawin B 1.5% arapo3HoMm rejie (OydepHast cu-
creMa TAE) npu Hanpsokenuun 120 B ¢ mmociemyio-
IIIMM OKpalllMBaHUEM Tejid OPOMUCTBIM ATUAWEM U
BU3yaJIU3allMeli aMIUTMKOHOB B YJIbTpa(uoJIeTOBOM
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Puc. 2. Baekrpodoperpamma MpoOayKTOB aMIUIUGUKA-
uuu mapkepa nojia EE0.6 (AB) y nTeH110B XypaBieii,
ponusiuxcs B 2012 . [Topsimok o6pasiios: 1—3 — crepx;
4 — mapkep JIMH (PparMeHTOB; 5, 6 — SMOHCKMIA XYy-
paBib, 7 — XypaBiib-KpacaBka; 8, 9 — cepslit xxypasib. [Ton
nreHuos: 1, 3, 7, 8 — camiel, 2, 5, 6, 9 — camku. Yuciaamu
0003Ha4YeHbI pa3Mepbl (DparMeHTOB B ITapax HyKJICOTUIOB.

CBETE C IIOMOILBIO CUCTEMBI
Kodak Edas 290.

Kak 1 oxxuganochk, y NITEHIIOB BCeX YeThIPeX BUAOB
XypaBiieil snekTpodoperndyeckuii crekrtp EE0.6
CcaMIIOB OBIJ1 IIPEACTAaBIIeH OMHUM BapUAHTOM C MO-
JeKyJIsipHbIM BecoM 150 map HyKJIeoTUAOB (II.H.),
“XEHCKMI” CHeKTp oByMs mojocamu, 150 um
300 n.H. (puc. 2). B Tabiulie mpuBeaeHbI pe3yabTaThbl

rejib-TOKyMEHTALIU

MYIPUK u np.

olpenesieHus T0Jia NTeHLOB Mo rogaM. Tak, 3a Tpu
roma cpeau 26 cTepXxoB UACHTUDUIIUPOBAHO ITOPOB-
HY CaMOK U CaMI1IOB, Cpeau 15 IMOHCKUX XKypaBjeu 3a
YeThIpe roja — BOCeMb CaMIIOB M CEMb CAMOK, M3 Ye-
TBIPEX CEPBIX XXypaBJjieil 3a TPU rofa — TPU CAaMKU U
OIWH caMell, OIMH NTeHel KpacaBKU, POAVBIINICS
B 2012 1., okazajicsa camiioM. B 11e10M 3a yeTwIpe roga
cpenu 44 ITEeHLIOB YeThIpeX BUIOB 23 OBLIIM UICHTU-
¢duLpoBaHbI KaK caMIlbl U 21 — KaK CaMKH.

TakuMm 00pa3zoM, MBI TIPOAEMOHCTPUPOBAIIA, UTO
HEVWHBa3UBHBIN METO/L, I/ID,CHTI/I(I)I/IKaLlI/II/I ImoJjia InTeH-
noB 1o JIHK, BeineeHHOM M3 KaNMMJUIIPHBIX COCYIOB
aJUIAaHTOWCA, TIO3BOJISIET OMPENEIISTh MOJ KYpPaBJIST
cpa3sy mnocie ux BbUIyIieHus1. KpomMe Toro, naHHBIN
METOJ MOXKET WCITOJIb30BAThCSI MPU PETPOCITEKTUB-
HOM YCTAHOBJIEHUH T10JIa TITULl, PEUHTPOAYLIMPOBAH-
HBIX B IIPUPOJIY, HO ITOCJIE KOTOPBIX COXpaHUJIACh
CKOpJIyTIa € TTIOJCKOPJIYIIOBEIMU 000JI0UYKAMM.

MOXHO OTMETUTH TaKKe, YTO MPUMCHEHHBIN Ha-
mu JIHK -mapxkep mona EE0Q.6 addekTrBeH HE TOJIb-
KO B OTHOIIIEHWH BHIOB XypaBJicii, BKIIIOUCHHBIX B
JaHHYIO paboTy, HO U IS TAKMX BUIIOB KaK YEpHO-
eiHbli (G. nigricollis Przewalski) (Bao et al., 2009b),
naypckuit (Grus vipio Pallas) v yepHbiii (G. monacha

PesynbraThl MOJIEKYISIPHOTO OTIpEAeIeHUS M0J1a Y ITEHIIOB YeThIpeX BUAOB XypasJieit B iepuoa 2009—2012 rr. ¢ ucnosb-
3oBaHueM JIHK, BbineneHHO# 13 KalMJUISIPHBIX COCYIOB aJJTAHTOMCA T10CJIe BBUIYIIJIEHUS TITEHIIOB

Bun xxypasneii Ton poxneHust KonnuecTBo NTEHIIOB Camuibl Camkn
2010 8 4 4
2011 6 4 2
Crepx
2012 12 5 7
26 13 13
2009—-2010 9 5 4
2011 4 3 1
SlmoHCcKuUit XypaBIib
2012 2 0 2
15 8 7
2010 1 0 1
2011 1 0 1
Cepblii XypaBib
2012 2 1 1
4 1 3
Kypasib-KpacaBKa 2012 1 1 0
44 23 21
OHTOT'EHE3 Ttom 44 Ne 5 2013
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Temminck) xypasimu (Bao et al., 2009b; Mynpuk
u ap., 2013), a Takke BOEpBble MPOTECTUPOBAHHBIE
Hamu KaHajackuii (G. canadensis 1.), nHIMiCKUiA
(G. antigone L.), BoctrounHblit (Balearica regulorum
Bennett) u 3ananHbiii (B. pavonia L.) BeHlIeHOCHbIE
Kypasnu (Myapuxk u ap., 2013). OnucaHHbI HEUH-
Ba3MBHbBINA METOJ MO3BOJISET ONPEIESITh MOJI MTeH-
1IOB M YCTaHABJIMBaTh COOTHOIIIEHE TTOJIOB HE TOJIb-
KO y TITULI, pa3BOAVMBIX B UCKYCCTBEHHBIX YCJIOBUSIX,
HO W Y XypaBJieli 13 TIPUPOAHBIX MOMYJSALUN, TpU
HUCCCIOBAaHUM KOTOPBIX MOJACKOPIYINOBbIE 000104~
KM SIBJISIIOTCSL 00Jiee JOCTYMHBIM MaTepuaaoM, 4eM
KPOBb WJIU CBEXKUE MePbs.
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by the DNA from Capillary Vessels of Allantois
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Abstract—The non-invasive method of determining the sex of chicks after hatching based on the DNA iso-
lated from capillary vessels of allantois of the egg-shell membranes was demonstrated on four crane species
(Gruinae, Aves), which were bred in the Crane Breeding Centre of the Oka Nature Reserve in 2009—2012.
Using the EE0.6 molecular marker of sex, the gender of 26 Siberian (Grus leucogeranus), 15 Red-crowned
(G. japonensis), 4 Common (G. grus) and 1 Demoiselle (Anthropoides virgo) crane chicks was identified. This

method can be recommended for determining the sex of chicks and the ratio of sexes in cranes that reproduce
both in captivity and natural populations.

Keywords: cranes, sex identification, allantois, egg-shell membrane, DNA, non-invasive molecular methods

OHTOIEHE3 Tom 44 Ne5 2013



OHTOTEHE3, 2013, mom 44, Ne 5, c¢. 377378

VK 591

IIOTEPU HAYKHA

BAJIEPUI UBAHOBUY CTAPOCTUH (1939-2012)

DOI: 10.7868/S0475145013040022

16 mexadbps 2012 . yirea U3 >KU3HU BBIIAIOIIMIACST
CcHeLuaIrcT B 00J1acCTU OMOJI0TUM Pa3BUTUSI, 3aBEIYI0-
ui J1abopaTopuei ructoreHesa MHcTuTyTa 610JI0-
rum pazButus uMm. H.K. KonsiioBa PAH, nokTop 6uo-
Jiornyeckux Hayk Banepuit UBaHoBu4 CTapoCTHH.

Banepuit MBanoBuu CtapoctuH poauicst 31 ok-
T6ps 1939 1. B . XapbKkoBe. [leTckue roabl MpoBes B
. Amixabaze, riie OKOHYMJI CpeaHIolo Koy, B 1956 .
MOCTYNWJI Ha OMOJOro-moOYBEHHBIN (aKyJbTeT
MOCKOBCKOTO TOCYIapCTBEHHOTO YHHBEpPCUTETA
nM. M.B. JloMoHOCOBa, KOTOPBIf OKOHYMIT B 1961 1.

ITo okonuanum YHuBepcuteta B.M. CrapocTtuH
pabotai ctapmuMm jJadbopaHTOM B 1-M MoOCKOBCKOM
MeauiimHcKoM wuHctuTyre uMm. H.M. CeueHosna.
C 1962 o 1965 rr. yuuiics B acClIMpaHType Ha Kade-
pe TUCTOJIOTUU Y SMOPUOJIOTUU YHUBEPCUTETA IPYK-
661 HaponoB uM. I1. JTlymymo6s1. C 1965 1o 1967 . pa-
0oTan acCUCTeHTOM KadeIphl TUCTOJIOTUN U DMOPHO-
Jioruu 1-ro MocKOBCKOTO MEIUILIMHCKOTO MHCTUTYTA.
C 1967 mo 1971 TT. 6BUT MJIAAIINM HAyIHBIM COTPYI-
HUKOM MHCTUTYTa METUKO-O0MOJIOTMYECKUX IIPOOJIEeM
M3 CCCP. B 1967 1. 3ammTii KaHIUIATCKYIO JTUC-
cepranmio Ha Temy “PeakTuBHBIE M3MEHEHMs dJIe-
MEHTOB COCOWHMTEIBbHOM TKAaHU U KPOBM B ouare
acernTuYecKoro BocHajaeHusl IMpu BBEAEHUN HEKOTO-

299

PBIX HEHPOTPOITHBIX (hapMaKOJIOTHIECKHIX cMeceit”.

C 1971 r. Hay4yHas nesitesibHOCTb Banepust UBaHo-
Buya CtapocTuHa cBsizaHa ¢ MHCTUTYTOM OMOJIOTUM

pazsutus M. H.K. Konsmosa PAH, rie oH nporiren
MyTh OT MJIAAIIET0 HAYYHOIO IO BEAYIIEro HAayYHOIO
cotpynHuka. B 1986 . 3alMTUII JOKTOPCKYIO AVIC-
cepranuio “OpraHHBIE M TKaHEBBIE OCHOBBEI KPOBE-
tBopeHusi”. B 2010 . B.U. CrapocTuH BO3IJIaBUI Ja-
OopaTopui0 THUCTOreHe3a, CMEHUB Ha 3TOM IIOCTY
akanemuka H.I. XpymioBa.

B.N. CrapocTuH cymMe COXpaHUTb U MPOIOJIKUTh
OoraTrble HaAyIHbIC TPAOULIMK 1 HAIIpaBICHUE PaOOThI
nabopaTopuu — pa3padoTKy (pyHIaMEeHTAJILHOM MPo-
0J1eMBI TUCTOT€HE3a PHIXJION COeNMHUTEIBHON TKa-
HU, a UMEHHO, IIPOUCXOXACHUS U TudHepeHIINPOB-
K1 Me3eHXMMHbIX cTpoMaiibHbix (MCK) u kpoBe-
TBOPHBIX KJeToK. Ero omimuanu riybokue
(dbyHIaMeHTalbHbIE TTO3HAHWS U YBaXKEHUE K Tpaau-
MM KJIAaCCUYECKOUW TMCTOJIOTMM, a U caM OH ObLI
BEJIMKOJIETIHBIM TUCTOJIoroM. [JIsi MccliemoBaHuiA,
npoBoguMbix B.M. CrapocTuHBIM, OBLIN XapaKTep-
Hbl OpPUTHMHAJIbHAS TOCTAHOBKA 9KCIIEPUMEHTOB, UC-
MOJIb30BaHUE MHOTOOOpa3HbIX MOIEIe U COBpe-
MEHHbBIX METOJUYECKUX TTPUEMOB.

Hayunsie unrepecsl B.M. CtapocTtrHa ObLIN CBSI-
3aHbl B MEPBYIO O4Yepellb C TUCTOTEHE30M COEAMHU-
TEJIbHOU 1 KPOBETBOPHOI TKaHel. OH ObLI OMHUM U3
KPYIMHEUIIINX B HAIlIE! CTpaHe CIIeIMaJIMCTOB B 00Ja-
ctu uccienoBaHuss MCK u ux B3auMOIENCTBUS C
KPOBETBOPHBIMU KJIETKAMM Ha Pa3HbIX CTaaUSIX UH-
IUBUAYAJIbHOTO pa3ButTusi. [TpobieMbl B3aUMOOTHO-
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1I€HUS KPOBETBOPHBIX U CTPOMAJIBHBIX KJIETOK ObLIN
OTpaXke€HbI M B KOJUIEKTUBHOI MoHOTrpaduu “CTBo-
JoBble KjaeTku kpoBu” (1988). HemocpencrBeHHO
Banepuem MBaHOBHMYEM U TOJ €ro PyKOBOACTBOM
OBbLIM MOJIyYeHbl HOBBIE TAHHBIE O CTPYKTYpPE TUCTO-
reHeTtrueckoro psiaa MCK, ux Bo3pacTHBIX U OpraH-
HbIX OCOOEHHOCTSIX M TMOTEHLMSIX K auddepeHu-
POBKE B pa3IMYHbIX 9KCIIEPUMEHTAIbHBIX CHUCTEMax
in vivo u in vitro. I[IpoBOIUMBIE C €TO YYaCTHUEM UCCIIE-
JIOBaHUSI BJMSIHUSI CBEPXMAJIBIX 103 MIOHU3UPYIOIIETO
U3JIy4eHUS Ha CTPOMY KOCTHOTO MO3Ta BbISIBUJIU (he-
HOMEH paJuallMOHHOTO TOpPME3uca, KOTOPBIA s
9TOM KJIETOUHOM cucTeMbl ObLJT 0OHAPYXKEH BIIEPBBIE.
BOTOT PaKT MOCITYKWII ellle OTHUM IOATBEPKICHUEM
HECOCTOSITEJIbHOCTH TOCIOACTBYIOIIEHN 10 HETABHETO
BpPEMEHU MapaaurMbl o 6ecrnoporoBoM 3cheKTe pa-
AU MaJIO MHTEHCUBHOCTH.

Hayunrsie nnrepecsl Banepus MBanoBu4ya He orpa-
HUYMBAIMCH MCCIIETOBAHMEM TOJIBKO CTPOMAabHBIX
KJ1eToK. B yacTHOCTH, B MOC/ieqH1E TOIbl OH 3aHSUICS
NpoOJEMOIl MaTOM3YyYEHHBIX ACTIEKTOB CKEJIETHOIO
MHUOTEHEe3a, 2 UMEHHO XapaKTEPUCTUKON IKTOIMMUYE-
CKMX MMOTE€HHbIX KJIETOK-TIPEIIIeCTBEHHUKOB, JJOKa-
JIM30BAHHBIX B HEMBIIIEYHbIX opraHax. OH ObLT aBTO-
poM Oojiee 100 HaydyHBIX pabOT, ONMyOJIMKOBAaHHBIX B
OTEUYECTBEHHbBIX U 3apYOEKHBIX U3TAHUSIX.

OrpoMHasi 3pyauius O0uoJjiora U MOUCTUHE IH-
LIMKJIONEANYECKUE 3HAHUS B IPYTUX 00IACTSIX HAYKHU
3aCIyXKUJIM eMy riybouaiilliee yBakeHUE BCEX, KTO
HY>KJaJICsl B €r0 KOHCYJIbTallUsIX U COBETaXx.

Mmuoro cuit u Bpemenu B.M. CtapocTtuH oTnaBai
MOATOTOBKE MOJIOABIX YUYEHBIX, CTapaschb IepeaaTb

UM CBOM 3HAHWUSI U MPUBUTh LIUPOTY MBILUICHUS,
packphbiBasli IIEPCHEKTUBBI TO 00JIACTU MCCIIEI0Ba-
HUSI, KOTOPOM OHU 3aHMMaMch. [1lom ero pykoBom-
CTBOM OBUIY 3allIMIIEHBI YeThIpe KAHINIATCKUX TUC-
cepranuu. I[IpomoikuTeabHOE BpeMsI OH Besl Mpak-
TUYECKME 3aHSATUS U YUTAJl JICKIIUU IS CTYACHTOB
MI'Y u PYJH. TpeboBaTelbHOCTh K YYCHUKAM U
KOJJIETaM codeTajlach y HEro ¢ HEM3MEHHOM J100po-
KEJIAaTeIbHOCTbIO, BHUMATEIbHBIM U YYTKUM OTHO-
IIEHNEM, TOTOBHOCTBIO TIOMOYb.

Bce, xTo obmancsa ¢ Bamepnem MBanoBuueM, oT-
MeYaJii HEOPJAMHAPHOCTh €ro CYXKIEHUI U TOHKYIO
npoHuio. OH OBLT IIPeKpPacHO 00pa30BaHHBIM YeJIO-
BEKOM, 3HaBILIMM HECKOJIbKO MHOCTPAHHBIX SI3bIKOB
1 o0JIalaBIIMM OOIIMPHBIMU TTO3HAHUSIMU B CaMbIX
pa3zHOOOpa3HbIX 0bJacTsaxX (reorpadusi, BOeHHasi UC-
TOpUS, TUTEpaATypa U ap.).

Vxon Banepuss MIBaHoBuYa cTajl OTpOMHOM, He-
BOCTIOJITHUMOM TIoTepent a1t MHCcTuTyTa 1 Bcel 6ro-
Jiornyeckoi Hayku. Mbl ciegaeM Bce BO3MOXKHOE,
YTOOBI MPOJOJIKUTH JI€JI0, KOTOPOMY OH TIOCBSITUJI
BCIO CBOIO XXU3Hb. CBeT/1asi MaMsITh 3aMedaTe/IbHOMY
YeJIOBEKY U yUEHOMY.

Corpynnuku WMHcTtuTyTa OMOJIOTMM pPa3BUTHS
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