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B 0630pe aHanmM3UpyIOTCSl CPaBHUTENbHBIE M OKOJIOTMYECKME aCTIEKThl TPeoOpa3oBaHMii paHHETO pa3BU-
THS B KJTacce Amphibia. Mcriob30BaHbI JaHHBIE TTO Pa3HOOOPa3nIo OHTOTEHE30B B PSIZIE CEMEUCTB OTPSIIOB
Anura u Caudata, y KOTOpBIX MHOTY€ BUIBI YTPATWIN CBSI3b C BOTHOM cpenoii. MoaeabHbIe IIPeacTaBUTEIN
knacca Amphibia (Ambystoma mexicanum, Rana temporaria n Xenopus laevis) UMeIOT stiilia HEOOIBIIIOTO pa3-
Mepa (ouameTp He 6ojiee 2.5 MM), a 3aMelJIEHME TEMIIOB KJIETOUHBIX IeJICHUI 1 MOTepsl UX CUHXPOHHOCTU
MPOMCXONST Ha CTaauu cpefaHeit 6macTynbl. OgHako puiioreHeTUYEeCKU 6a3aabHble BUIBI aMbuouii (Asca-
phus truei, Cryptobranchus alleganiensis) xapakTepu3ylOTCs KPYITHBIMU (OuaMeTp 4—6 MM) M GOraTbIMU
SKEJITKOM STAIIaMU Y KOPOTKOI cepueil CHHXPOHHBIX IeJIEHUI 61acTOMEPOB (CUHXPOHHOCTD TePSIETCST y3Ke
Ha 8-KJIETOUHOU cTaguu OpoOsieHus ). ¥ HUX HeT “cpemHebyiacTyabHOro Iepexona” (midblastula transi-
tion), KOTOPBIi XapaKTepeH, HalpuMep, IS MIePEeUNCICHHBIX BbIIIE MOIEIbHBIX BUIOB. C Ipyroii cTopo-
HbI, MHOTUE DBOJIOLIMOHHO MPOJABUHYTHIE HEMOIEIbHBIE BUABI XBOCTATHIX U 0€CXBOCTHIX aMduouMii (Ha-
npumep, Desmognathus fuscus, Gastrotheca riobambae, Philoria sphagnicolus) Tak ke, Kak 1 6a3ajibHbIe BU-
IIbl, XapaKTepU3yIOTCs KPYMHBIMHM, OOTraTbIMU 3KEJITKOM sIllaMU M paHHel IoTepeil CUMHXPOHHOCTHU
KJIETOYHBIX IejieHnii. PUToreHeTUIeCKUi aHaIM3 TIPENIoJIaraeT, YTo MaTTepH IPOOICHMS 3apOIabIIIeii y
JIByX HanOoJjiee MoapoOHO M3yUYeHHBIX MpeacTaBuTeNieil aMpuoumii, MekcukaHckoro akconoTias (Caudata)
1 apUKAHCKOM IIMOPIIEBOM JIATYIIKU (Anura), IpeacTaBisieT romoruiasuio. CpenHe6IacTyIbHBIN nepe-
XOJI, KOTOPBIN XapaKTepeH s 3TUX ABYX BUAOB, MOT 3BOJIIOIIMOHUPOBATh KOHBEPTEHTHO B IBYX OTPsIIax
aMdubMii Kak SMOpUOHAIbHAS afanTalys K MPOTeKaHWIO Pa3BUTHS B CTOSTUEH BOIE.

Karoueswvie crosa: ampubun, NaTTepH IeJeHU OpobyieHus, pa3Mep siila, pernpoayKTUBHbIE CTPATETUH,
CpemHeOMacTyIbHBIN TTepeX01, IBOJIOMS Pa3BUTHUS

DOI: 10.31857/S0475145023020027, EDN: XEUFTM

BBEAEHUWE

XBocrartbie ambuduun Ambystoma mexicanum, Lis-
sotriton vulgaris, Pleurodeles waltl, 6ecxBocTble ampu-
ouu Rana pipiens, Rana temporaria, Xenopus laevis n
ellle HECKOJbKO BUIIOB €BPOMEMCKUX, SMOHCKUX U
ceBepOaMepPUKAHCKUX TPUTOHOB U JISATYIIEK SIBJISIIOT-
Csl MOJIEJIBHBIMU M OOCTOSITENIbHO U3YYEHHBIMU 00~
ekTamu ouosoruu passutus (Rugh, 1951; Dettlaff,
Vassetzky, 1991; Nieuwkoop, Faber, 1994; Nieu-
wkoop, 1996; Jletnad, 2001 u ap.). B gactHocTH,
nepBuYHas nuddepeHImanus Ha aHMMaJbHbIe U Be-
reTaTUBHbIE OJlacTOMEpPbl MPOUCXOOUT Ha CTaauu
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BOCBMHU KIJIETOK (B pe3yiabTaTe TPEThEro IeICHUS
Ipo0OJIeHnsI, 00PO3AbI KOTOPOIO SIBJISIIOTCS IIIUPOT-
HBIMHK); B aHUMAaJILHOM IIOJIyIIIapUU PaHHETO 3apo-
IBIlIAa TI0CJe OIIOJOTBOpPEeHUs IIpoTekaloT 10—
12 OBICTPBIX CUHXPOHHBIX JCJICHUUN OpoOeHus1. 3a-
TeM Ha CTaIuU CPemHeli 0acTyJIbl HACTyIIaeT TaK Ha-
3bIBaEMbIil “cpemHeOJIacTyIbHBII mepexon”, Korga
3aMeIJISIETCSI CKOPOCTh KJICTOYHBIX JIEJICHUIA 1 MaTe-
PVHCKUIT KOHTPOJIb paHHEr0o OHTOIeHe3a CMEHSIETCS
Ha 3urotuyeckuii (Signoret, Lefresne, 1971; New-
port, Kirschner, 1982; Collart et al., 2017; Jiang et al.,
2017; Zhang et al., 2017; Vastenhouw et al., 2019).
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OnmHako MEKCUKAHCKUI aKCOoJIOTIb, appuKaH-
cKasl IInoplieBas JAryika i HECKOJIbKO BUIOB JISITY-
IIeK U TPUTOHOB U3 YMEPEHHBIX UPOT CeBEepHOTO
MOoJaylIapusl He IIPEICTaBJISIOT BCeX 3€eMHOBOMHBIX.
Kiacc Amphibia (cornmacHo naHHBIM Ha 12 ceHTSIOps
2022 r.) BkimovaeT 7500 BumoB Anura (6ecXBOCTbIE
amduodun), 774 Buma Caudata (xBocTaTbiec aM(puOUMN)
u 215 BumoB Gymnophiona (0e3Horme amdpuodum)
(AmphibiaWeb, 2022). AMpudbuu xapakTepu3yloTCs
OOJIBIINM BKOJOTMYECKMM U OHTOICHETUYECKUM
pasHooOpaszueMm (Duellman, Trueb, 1994; Elinson,
del Pino, 2012; Gomez-Mestre et al., 2012; Pereira
et al., 2017; Liedtke et al., 2022 u op.). Ux perponyk-
TUBHYIO cTpareruio (reproductive mode) ompenes-
I0OT KaK coueTaHUe OCOOEHHOCTeil pa3sMHOXEHUST U
pa3BUTHSL, KOTOPHIE BKIIIOYAIOT: MECTO OTKJIAIKU STiAlIa,
XapaKTePUCTUKY Silla M KJIaIKu, CKOPOCTb U IJIU-
TEeJIbHOCTb PAa3BUTHSI, CTAAUIO U pa3Mep OpTraHU3Ma
IIPU BEUTYIIJICHUY U TUIT POAUTEIBCKOM 3a00THI, €CIIN
oHa ecthb (Duellman, 1985). OcobenHo pa3zHoOOpa3-
HbI pEIPOAYKTUBHBIE CTpAaTErMu B OTpsiie Anura, Tae
10 HOBEWMIIIMM JAaHHBIM WX HACYMTHIBAIOT 0Koyo 70
(Nunes-de-Almeida et al., 2021).

VYKe OKOIO cTa JIeT TOMY Has3al ObLIO M3BECTHO
3HAYUTEILHOE YUCJIO BUIOB OECXBOCTBIX U XBOCTA-
ThIX aM(UOUl C KPYyITHBIMU, OOTAaTBIMU KEJITKOM
saiinamu (Sampson, 1900, 1904; Eycleshymer, 1904;
Hilton, 1904; Smith, 1906; Noble, 1927 u np.). I1po-
1ecc ApoOJIeHUST Y HUX CYILLIECTBEHHO OTJIMYAeTCsl OT
“CTaHmapTHOIO” paHHETO pa3BUTHS Y TAKUX XUBOT-
HBIX, KaK, HalpuMep, OOBIKHOBEHHBI TPUTOH, MEK-
CUKAHCKUI aKCOJIOT/Ib, IITIOpILIEBasi U TpaBsiHasI Jisi-
rymku. TeM He MeHee, B TeUeHUE MHOTHX JeCATUIIe-
TU aM(bUONU ¢ KPYIHBIMU STHIIEKJIETKAMU (I1aMeTp
Oosee 2.5—3 MM) MpaKTUUECKU HE MIPUBJICKAI BHU-
MaHUug 3MOpuonoroB. OrmpenelieHHOE OXUBIICHUE
WHTepeca K UCCASAOBAHUSIM paHHETO pa3BUTHUS STHX
KUBOTHBIX TOSIBWJIOCH Julllb IpuMepHo 30—40 et
tomy Ha3zaz (del Pino, Escobar, 1981; Elinson, del Pi-
no, 1985, del Pino, 1989; Elinson et al., 1990; Collazo,
Marks, 1994; Wake, Hanken, 1996). OgHako 1o Ha-
CTOSIIETO BpPeMEHU OOJbIlle BHUMAHUS YICISUIU
CPaBHUTEILHOMY aHaIM3y TacTpPyJSLMM B Kilacce
amopuowmii (Keller, Shook, 2004; del Pino et al., 2007,
Moya et al., 2007; Elinson, del Pino, 2012; Desnitskiy,
2020), yeM mOTacTPYISIIMOHHBIM 3TarraM WX 35M-
OpuoreHesa.

Hacrosiiias ctaThsl IocBsIleHa IJIaBHbBIM oOpa-
30M CPaBHUTEIBLHBIM M 3BOJIIOLIMOHHO-3KOJIOTMYe-
CKMM acleKTaM IPOTeKaHUsS AOracTpyJISILIMOHHOTO
pa3BUTHUS B IIpenenax kKinacca Amphibia. [1pu atom
HEN30eXXHO MPUXOOUTCS MCIONIb30BaTh TAKKE U HEKO-
TOpbIE JAHHBIE TUTEPATYPhI IO MOCIEIYIOIIM 3TarnaM
oHTOreHe3za. HauOomblllee BHUMaHME MBI YAEISIEM
MPEICTaBUTEIIM OTpsiia Anura, camMoil OOIIMPHOM
TPYMITEl 3eMHOBOIHBIX. B KauecTBe OTIPaBHOIM TOYKU
OepeTcsi pacCMOTPEHME TOTacTPY/ISILIMOHHOTO 3MOPHO-
reHes3a ABYX BUIOB HEOTPOIMYECKUX JiaryiueK Fleuth-
erodactylus coqui n Gastrotheca riobambae, pa3BuTHe Ko-

TOPBIX M3YJalli B TIOCJIeAHME Toabl. Jlajee mpuBIeYeHbI
JIaHHBIE TI0 paHHEMY OHTOIE€HE3Y JIATYIIEK M3 IPYTrX
CEeMEMCTB 1/Wn U3 IpyTUX YacTeil cBeTa. 3aTeM Iocie
paccMOTpeHMsT JaHHBIX COOTBETCTBYIOLIEI IMTEpaTy-
pu1 o otpsimy Caudata KpaTko oOCyKmaroTcst JaHHBIS
M0 3MOPHOHAJIBHOMY Pa3BUTHUIO TIPENCTaBUTENIE OT-
psima Gymnophiona. HakoHelr, ipencTaBieHbl pe3yiib-
TaThl GPUIOTEHETUYECKOTO aHAJIM3a TIpo1iecca aIpooire-
HUSI 3apopliieil ampuounii. AHIIECTpaJIbHBIMUA OHTO-
TeHEeTMYECKMMU MpU3HaKaMM 1Jjisd Kitacca Amphibia
SIBJISIIOTCSI KPYITHBINA pa3mep siila (amameTrp OoJjiee
2.5 MM), BepTUKaJIbHbBIC 00PO3/bl TPETHETO ACJICHUS
IpoOJIeHUsI U yTpaTa CUHXPOHHOCTH 0OJIaCTOMEPOB
yXXe Ha paHHMX CTaausX IpoOJeHus (Jallle BCero Ha
8-KJIETOYHOM cTaguu), 4YTO TIpeariojiara€T OTCYT-
CTBHE CpemHEeOJIAaCTYJILHOIO Iepexola B pa3BUTUU
caMbIX NPUMMUTHMBHBIX IIpeACTaBUTENell Anura u
Caudata.

PAHHEE PA3BUTHE
HEKOTOPBIX “HEMOJEJIbHbBIX”
BECXBOCTbBIX AM®UBUU

[Tonmasngioniee OOMBIIMHCTBO BUIOB OECXBOCTBIX
aMpubmii, n3ydaeMbIx dMOpUOJIOTaMU, OOUTAIOT B
yMepeHHBIX ImMpoTax EBporbl, Asun u CeBepHOI
Amepuku. Kak nmpaBuiio, 3T1 XXUBOTHBIE (HAIIpUMED,
Bufo bufo, Rana pipiens, R. temporaria) XapaKTepu3yIOT-
cs1 OMGa3HbIM XU3HEHHBIM LIMKJIOM: OTKJIAAbIBAIOT
STAIIA B CTOSTYYIO BOAY M MMEIOT JIMYMHOYHYIO CTaInIo
TJIaBaloOIIEro 3K30TPO(MHOIO TOJIOBACTUKA, KOTOPBIi
3aTeM IIpeTepIieBacT MeTaMopd 03 eper BEIXOIOM Ha
cymry. Takoii ke Oma3HbIA UK pa3BUTHUS XapaKTe-
peH Wit adbpuKaHCKUX Jisiryiek X. laevis u X. tropicalis
(cemeiicTtBo Pipidae), cTaBImIMX K HacTOSIIEMY Bpe-
MEHU MOJIIEIbHBIMA OOBEKTaAMU 3MOPUOIOTUN aMpu-
ouii (Dettlaff, Vassetzky, 1991; Nieuwkoop, Faber, 1994;
Hirsch et al., 2002), a Takke 1Isi HEKOTOPBIX IPYTUX
Tponmyeckux Jiaryirek u xkab (Haddad, Prado, 2005).

OmHako y 3HAYMTEJIBHOTO YHCJIAa TPONMMYSCKUX
BUIOB Anura UMeeT MeCTO IMpsIMOE pa3BUTHE Oe3 cTa-
MM ToJIoBacTuKa. VI3 suli, OTKJIagblBaeMbIX Ha 3eM-
JII0, B TIOA3€MHbBIE HOPHI WM B THE3/Ia Ha IE€PEBBSIX,
BBUTYTUISIIOTCSI MUHUATIOpHBIE JisryinaTta (Lutz, 1947;
Callery, 2006; Hedges et al., 2008; Padial et al., 2014;
Liedtke et al., 2022). Cragus rojoBacTUKa OTCYT-
cTByeT Oosiee yeM y 1800 BUIOB GeCXBOCTBHIX aMpu-
6uit (6osee 25% OT YKClIa BCeX ONMMCAHHBIX BUIOB).
[Ipsimoe pa3BuTHE BO3HMKAJIO B IIpeAeiiaX OTpsida
Anura He3aBucumo 6ojiee 10 pas. B aBomoimonHOM
OTHOIIIEHUU OHO SIBJISIETCS 00Jjiee IIPOABUHYTHIM II0
CPaBHEHUIO C aHIIECTPaIbHBIM OM(pa3HBIM XU3HEH-
HBIM LIUKJIOM, BKJIIOYAIOIIUM JIMYMHOYHYIO CTaauIO
(Duellman, 1989; Elinson, 1990, 2013). IIpssmoe pa3-
BUTHE Y JIATYIIIEK BCETa CONPSIKEHO C yBeIUYECHUEM
nuaMeTpa siilia, 3Ha4uTeIbHbIM YMEHBIIIEHUEM YHMC-
Jla U1l B KJIaAKe, a TakKKe HaJIudueM POIUTEIbCKOMN
3a00THI 0 ToToMCTBe (Gomez-Mestre et al., 2012).
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Puc. 1. CxematnuHOe M300pakeHNE paHHUX 3apOBIIIEH TpeX BUMIOB JISATYIIeK. By ¢ aHMMabHOTO ToJfoca. (a) 3apobIin
Eleutherodactylus portoricensis va ctaguu 16 6acromepos (11o: Gitlin, 1944, ¢ ynpoiuenusmu); (6) 3apoasiiun Rana temporaria
Ha ctanum 16 61actomepoB (1o: Morgan, 1897, ¢ ynpoiueHusmu); (B) 3aponbiin Gastrotheca riobambae nipu ¢hopMupoBaHUMN
cranuu BocbMu 6tactomepos (110: del Pino, Loor-Vela, 1990, c ynpomeHusimu). 3Be3104kamMu 0003HAYEHBI IBE BEPTUKAJIbHBIE
0GOpPO3IBI TPETHETO ACJICHUS Npo0JeHUs 3apoasbiiia G. riobambae. Anametp stituay E. portoricensis, R. temporaria v G. riobambae
COCTaBJISIET COOTBETCTBEHHO 3—4 MM, OKOJIO 2 MM M OKOJIO 3 MM.

Cpenu 6ecxXBOCTbIX aM(pUOMIi, y KOTOPBIX HET CTa-
MY TOJIOBaCcTUKa, HanboJiee N3y4eHHbIM BUAOM SIB-
JIsieTcs IucToBas Jsaryika E. coqui (cemeiictBo Eleu-
therodactylidae), TUIIMYHBIN TpeaCTaBUTENDb (DayHbI
octpoBa Ilyapro-Puxko (Elinson, 2021). CemeiicTBO
Eleutherodactylidae Bkitouaer 233 BHma IATYIIEK
(AmphibiaWeb, 2022), oOuTalIIMX BO BJIAXHBIX
Tponudeckux jecax LleHTpanbHoit 1 KOxHO#T Ame-
pUKM, a TakKXe Ha ocTpoBax Kapmubceckoro GacceiiHa.
IToutu Bce 3TU BUIBI, MO-BUAMMOMY, XapaKTepusy-
10Tcs mpssMbIM paszButueM (Callery et al., 2001). Ha-
3BaHHOE CEMEICTBO JIATYIIEK BMECTe C IPYTUMU
0JIM3KO POACTBEHHBIMU HEOTPONMUYECKUMU CEMEM-
crBamu Brachycephalidae (77 BunoB), Ceuthomanti-
dae (6 BumoB), Craugastoridae (129 BumoB) u Stra-
bomantidae (775 BUIOB) 00BEIUHSIOT B OOIIMPHYIO
rpynmy Terrarana (6osee 1200 BUooB Ha OrpOMHOIA
tepputopuu ot tora CIIIA mo ceBepa ApreHTUHHI).
XapaKTepHbIMU MPU3HAKAMMU TSI 9TON TPYMIIbI SIB-
JISIIOTCSI pa3MHOXEHUE Ha 3eMJIe U ITPSIMOE pa3BUTHE,
0e3 cranuu roigoBactuka (Heinike et al., 2007, 2018;
Hedges et al., 2008). Camka Eleutherodactylus otkna-
IBIBaeT MpuMepHo 40 60raThIX 3KeJITKOM 1 ITOUTH He-
NUTMEHTUPOBAHHBIX Ul guameTpoM 3.5—4.0 mm
(Elinson et al., 1990). HamoMmHMM, 4TO 3peoe Siio
X. laevis mmeet mmameTtp 1.2—1.4 MM 1, TAKMM 00pa3oM,
ero oobeM npumepHo B 20 pa3 MeHbIlle oObeMa STiflia
E. coqui. B n1abopaTopHBIX YCIOBUSIX IPY TEMIIEPAType
25°C mpuOImM3uTeNbHO Yepe3 17 cyT MHKyOaIIy 13 SIALT
Eleutherodactylus BEITYTUISIIOTCS JISITYIIIATA.

Bonee 500 BumoB Anura M3 HECKOJBKUX NPYTUX
ceMelicTB, oouTaroimx B Adpuke, FOxHoit u FOro-
BocrouHoit Azumn, ABctpanuu u OKeaHUU TaKKe Xa-
pakTepu3yloTcsa MpssMbiM  pasButueM (Duellman,
Trueb, 1994; Callery et al., 2001; Desnitskiy, 2012;
AmphibiaWeb, 2022). OgHako paHHUN 3MOpHUOTeHe3
Y HUX MPAKTUYECKHU HE U3YUYEH U MTO3TOMY MbI X CEli-
yac He paccMaTpuBaeM.
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HekoTropble cBeaeHUsS O HadyaJbHBIX 3TaIlax dM-
opuoreHe3a E. coqui nanbl B psane crareii (del Pino,
Elinson, 2003; Elinson, 2009; Elinson et al., 2011;
Schmid et al., 2012; Karadge, Elinson, 2013). ITopsi-
JIOK MPOXOXIeHUsI 60pOo31 paHHETro ApoOJIeHUs OT-
JIMYEH OT TaKOBOTO Y Xenopus, Rana u MHOTUX APYTUX
OecxBocThix amMmpuobuii. Tak, y OOJILIIMHCTBA 3apO-
neiueit E. coqui mopdomorndeckas guddepeHmua-
1IMSl Ha aHUMaJIbHbIE U BEreTaTUBHbIE 0JIaCTOMEPHI
IIPOMCXOAUT TOJBKO Ha 16-KJIETOYHO# cTamuu, T.e.
MocJjie YeTBEPTOro nejeHus ApooiaeHusi. BosHukaro-
11I1e Ha 3TOM cTaauu ApOOJeHUSI BOCEMb MaJIeHbKUX
aHUMAaJIbHBIX 0JJACTOMEPOB COCTABJISIIOT BCETO JIUIIIb
okoJio 1% ot ob1ero oobeMa stitiia E. coqui M BITO-
CJIEICTBMU 00pa3yloT OYeHb TOHKYIO, TTOJynpo3pay-
HYIO KpBIIIy OJacTOLENIsI, COCTOSIIYI0 M3 OIHOTO
CJ10SI KJIETOK.

CXxomHbIil IaTTepH paHHEro IPOOIEeHUS XapaKTe-
PEH U U1 ApYrux npencraButesneit cemeiictBa Eleu-
therodactylidae: Eleutherodactylus nubicola (Lynn,
1942), Eleutherodactylus portoricensis (Gitlin, 1944) u
Adelophryne maranguapensis (de Lima et al., 2016).
OOHAKO OHU M3YyYeHBI B MEHBIIEH CTEMEHU, YeM
E. coqui. Ha puc. 1a—16 mpencraBieHO COIOCTaBIIE-
HUE paHHUX 3apoabliieii E. porforicensis 1 OMTHOTO U3
MOJIeJIbHBIX BUIOB JIsSITYIlIeK R. femporaria.

Y zaponsbiieilt E. coqui CHHXpPOHHOCTb NCICHUM
paHHero ApobJieHUs NOAIEPKUBAETCS, MO-BUIUMO-
My, MUHUMYM A0 32-kJjietouHoii cranuu (del Pino,
Elinson, 2003; Schmid et al., 2012). DM0pruoHaIbHOE
pa3BUTHE XapaKTepu3yeTcsl ObICTPbIMM TEMIIaMU,
OIHAKO TMPOJOJIKUTEIbHOCTh WHTEPBAJIIOB MEXIY
MEPBBIMU MATHIO CUHXPOHHBIMU JEJEHUSIMU ApOO-
JIeHUsI TOYHO He omnpenesieHa. OueHb BaXHO OTMe-
TUTb, YTO MHULIUALIMS 3UTOTUYECKO TPAHCKPUITLINA
(cxomHo#1 ¢ TaKOBOM TTPpU CpeaHEeOIaCTyIbHOM Tiepe-
xone y X. laevis) conpsixkeHa y Eleutherodactylus He co
cTanuen cpeaHel 61acTyibl, a ¢ HaYaJoM racTpysi-
muu (Chatterjee, Elinson, 2014). IToxHoli aHamoruu
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CO CpemHeOJacTyIbHBIM IIEPEXOIO0M, XapaKTePHBIM
IS MOJIEJIBHBIX BUIOB aM(duOuii, CKopee BCEro HerT:
y A. mexicanum u X. laevis ipy opMUpOBaHUU Cpe-
Hel 0J1aCTyJIbI IPOMCXOAUT He TOJIBKO OOIIpHAasI aK-
TUBALMS 3UTOTUYECKON TPaHCKPUIIIMM, HO OMHO-
BPEMEHHO TaKXKe IOTepsi CUHXPOHHOCTU JeJIeHUIA
KJIETOK U IIepeCcTpOiKa KJIIETOYHOIo LIMKJIA. Takum
o0Opa3oM, y HEKOTOPHIX HEMOJIEIbHBIX BUAOB Anura
aKTHUBall s 3UTOTUYECKOU TPAaHCKPUIILIMU U TIOTEPA
CHMHXPOHHOCTH JIeJICH!I 61aCTOMEpPOB He 00s13aTeJIbHO
“CleruIeHbl” MeXIy co00ii M MOTYT IIPOMCXOAUTH Ha
pa3HBIX CTAIMsIX paHHEro pa3Butus. Pasymeercs, He-
00xoauM 6oJiee MOaAPOOHBINA MOP(OIOTMIECKIIT K MO-
JIEKYJISIPHO-T€HETUYECKUI aHAIN3 TOTaCcTPYISILIIMOH-
HBIX 3TAIl0B 9MOpHUOTreHe3a HEOTPOITUIECKOM! JISITYIIT-
Kku E. coqui.

Cpenu Apyrux HEOTPOIMMYECKUX OECXBOCTBIX aM-
Gubmii ¢ “HecTaHAAPTHBIMKU~ IIATTEpHAMM PAaHHETO
OHTOTeHe3a OTHOCUTENBLHO MOJIPOOHO U3yYasIu TOJb-
KO cymuartyio Jarymiky G. riobambae (ceMeiicTBO
Hemiphractidae, kotopoe coctout 13 122 Bumos) (del
Pino, Escobar, 1981; Elinson, del Pino, 1985; del Pi-
no, Elinson, 2003; del Pino, 1989, 2019, 2021). OHa
oOuTaeT B TOPHBIX JOJMHax DKBagopa Ha BBICOTE
2500—3200 M Ham ypoBHeM Mops. CnapuBaHue JISITY-
ILIEK IPOMCXOOUT Ha 3eMJle, a B Kjlaake B cpeaHeM 130
0OoraTbIX XKeJITKOM U O4YeHb C1a00 MUTMEHTUPOBAHHbBIX
STIL IMaMETPOM OKOJIO 3 MM. 3apOIbIIIN pa3BUBAIOT-
csl B CyMKe Ha CIIMHE MaTepy MPUMEPHO B TeUeHUE
3—3.5 Mec. (Temmneparypa B Teppapuyme 17—23°C),
rnocJe yero cchopMUpoBaBIIIMECs TOJOBACTUKU OCBO-
0oXXmaroTcs U3 CyMKU B Boay. Takum obpazom, mist
9TOM CyMYaTOM JIATYIIKM XapakKTepeH Ouda3HbIi
XM3HEeHHBIN MK, Panuuit smopuorenes G. riobam-
bae xapakTepusyeTrcsi OUeHb MEIJICHHBIMU TeMITaMMU:
JIUTUTETLHOCTh MEPBOTO KJIETOUHOTO IIMKJIA B EPUO-
ne npoobsienud npu 17°C coctasisgeT okoiio 12 4 (on-
HaKO 3aBUCUMOCTh CKOPOCTU Pa3BUTHUS OT TeMIIepa-
TYPBI HE U3Y4aJIl).

B ananu3e ocobeHHOCTEM HaYaJIbHbBIX 3TAIIOB M-
opuoreHe3a G. riobambae (del Pino, Loor-Vela, 1990)
ObIa MCITOJb30BaHa KiaccuduKalds IaTTepHOB
IpoOJIeHUsI Y MO3BOHOYHEIX, IpemioxXeHHass Henb-
cenoM (Nelsen, 1953, p. 283). bopo3nbl mepBHIX IBYX
IPOOJIEHUM SBISIIOTCSI MEPUANOHAIBHBIMU U TTOCTE-
TMEHHO MPOXOJST Mo sy Gastrotheca OT aHUMaJb-
HOTO moJjifoca K BereraTuBHOMY. OmHAKO OGOpO3IbI
TPETHETro IPOOJCHUS HE MEPUIMOHAIBLHBIE, 4 BEPTH-
KajibHbIe (puc. 1B). [Ipeanonaraior, 4To 3TO CBSI3aHO
¢ 6onpmmMm paszmepom sitna (del Pino, Loor-Vela,
1990). BepTtukanbHble 00p03/bI (TaK ke KakK U MepH-
JIMOHAJIbHBIE OOPO3bI MPEIbIIYIINX IeJICHUMA T1p00-
JIEHUSI) UMEIOT TEHACHIINIO IIPOXOIUTh B HaIIpaBje-
HUM OT aHUMAaJbHOIO TI0JII0Ca K BEreTaTUBHOMY, HO
OHHM HE pacceKkarT o0a MmoJtoca Sifila U He IIPOXOIST
yepe3 ero neHtp. [lorepss CMHXpPOHHOCTH OEJICHUIA,
MOSIBJIEHUE SIAPHILIEK U CBSI3aHHAsI C 9TUM aKTHBa-
nusg cuHte3da pPHK mpoucxomdar yxe Ha craguu
BocbMU 61actomepos (del Pino, Loor-Vela, 1990; del

Pino, 2018). HarromuuwMm, uto y X. laevis nepuon CH-
XPOHHBIX JAeJICHUI NpOoOJeHUs BKIIIOYAET OKOJIO Jie-
CSITU KJIETOYHBIX LIMKJIOB, KaXIbIii U3 KOTOPHIX MPU
17°C mnutes 45 mun (Dettlaff, Vassetzky, 1991).

Ilo psay ¢usnonorndyeckux HpU3HAKOB (O4YEHB
MEIJICHHBIN TEMII IPOOJIeHUS, paHHSISI TTOTEPS CUH-
XPOHHOCTH KJICTOUHBIX JIeJICHUI, aKTUBaLIUsI CUHTE-
3a PHK Ha HavanbHBIX CTagusIX OPOOJICHUS) dM-
opuoreHes G. riobambae, mMponCXOOIIIIA IO, 3aIIIN -
TOM MaT€pUHCKOIO OpraHU3Ma, B KaKON-TO CTENECHU
HaIllOMUWHaeT paHHee pa3BUTHE MJICKOMUTAIOIIMUX.
CX0ACcTBO C 3apOIbIIIaMUA MJICKOITUTAIOIINX TTPOSIB-
JISIETCA €1e U B TOM, YTO 3apOAbIIIU 3TON CyMuaTOM
JIATYIIKY TOJy4aroT OT MaTepUHCKOrO OpraHusma
BOIY, a TAKXKE C IIOMOIIBIO MAaTePU OCYIIECTBIISIETCS
razooomeH (del Pino, Escobar, 1981; del Pino, 2018).
OnHako paHHee pa3BUTHE CyMYATBIX JIATYIIEK, pa3y-
MEEeTCSI, OTIIMYIACTCSI OT paHHETO pa3BUTHUS MJIEKOITH -
TalOIINX KPYIMHBIM pa3sMepoM SUILEKICTOK U 00Ib-
IIMM 3aMacoM XKeJITKa.

Cranuu cpenHeii 6J1acTybl M paHHEH racTpyJibl Y
G. riobambae mOCTUTalOTCSI COOTBETCTBEHHO IIpH-
MepHO depe3 4 1 7 mHei rociie orionoTBopeHus (del
Pino, Escobar, 1981; Elinson, del Pino, 1985; Elinson
etal., 1990; del Pino, 2019). bnactysa racTpoTeku co-
CTOUT U3 MaJICHbKMX aHUMAJIbHBIX OJIACTOMEPOB, KO-
TOpble 00Pa3ylOT OTHOCIONWHYIO, MOJYIPO3PayHYIO
KPBIIY OJIACTOLIENSI, M KPYIHBIX, GOTaThIX SKEATKOM
BEreTaTUBHBIX 6J1aCTOMEPOB.

IlepeiineM K pacCMOTPEHMIO paHHETO Pa3BUTUS
HEKOTOPBIX APYTUX JISTYIIEK, UMEIOIIUX Ouda3HbIi
SKU3HEHHbII [IUKJI, Y KOTOPLIX OHTOTEHE3 MEET OCO-
OEHHOCTH, OTJIMYHBIE OT MOACIBHBIX OECXBOCTBIX
ampubuii co cragueil aKTUBHO ILJIAaBaIOIIETO 3K30-
TpodHOro ronoBactuka. OcoOblil MHTEpeC MPEACTaB-
0T maHHble (de Bavay, 1993) mo amOpuosioruu aB-
CTpaJiuiickoii MoxoBoi Jsiryiiku Philoria (Kyarranus)
sphagnicolus (cemeiictBo Myobatrachidae), skuByiiieit
BO BJIAXXHBIX TOPHBIX CyOTPOIMYECKUX Jiecax IITaTa
Hossrit FOxHBII Yanbe. B knagke 30—90 HenurmeH-
TUPOBAHHBIX U OOTaThIX KEJITKOM SIUIL[ AUAMETPOM
okoJio 3.3 MmMm. PazBuTne mpoTekaeT B IEHHOM THE3-
Jle, HaxXomseMcsl B HeOOIbIIO HOpe WIY BHaauHe
BO BiaxKHOM MXy. CHHXpOHHOCTH JeJIEHUI po0die-
HUSI yTpauuBaeTcd yXe Ha 8-KjeToyHoli ctaguu. B
9TOM CTaThe II0Ka3aHO, YTO “IIJIOCKOCTb TPEThEro
Ipo6JieHns BEepTUKaIbHAsI, KaK Y MHOTUX aM(GUOUii ¢
GoraTbIMU XeNnTKoM stitiiamu’” (de Bavay, 1993, p. 151).
CKOpOCTb Pa3BUTUS TOCTATOYHO MeIJICHHAs: TIpH
18°C racTpynsauus HaYMHAeTCs He paHee, YeM depes
60 u mocne omnomorBopeHus. [lociie BBITYIICHUS
roysioBacTuku P. sphagnicolus octarorcs B THe3ae. OHU
MAaJIOIIOABVIKHBI U MUTAIOTCS SHAOTPO(HO, 3a CUYET
GOITBIIIOTO 3amaca keJiTka. MeTamMopdo3 IIPOUCXOIUT B
THe3/e U 3aBeplllaeTcsl IpUMEPHO Yepes 55 qHeil rmocie
OIUIOIOTBOPEHUSI.

Pa3BuTtue B NeHHBIX U CTYOACHUCTLIX THE3daX BO-
06]_[[6 XapakKTE€pHO IJd HECKOJbKUX OOJIbIIINX Ce-
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MENCTB y TPOMMYECKUX U CYOTPOINMYECKUX JISTYIIIEK
Ha pa3HbIX KoHTUHeHTax (Gomez-Mestre et al., 2012;
Pereira et al., 2017 u ap.). Takue THe3na SIBJISIIOTCS
MPOSIBJIEHUEM 3a00THI O TIOTOMCTBE U CO3[aI0TCS Ha
0a3e crelnuaabHbIX BbIICJICHUNA OOHONM WU 00eux
POIUTENLCKUX OcCo0eil (B 3aBUCUMOCTH OT BHIA).
I'He3na MoryT 3a1MIlaTh OTJI0XKEHHYIO KIaAKY SUIl OT
XUIIHUKOB, MUKPOOHBIX 3apa)KeHWii, BBICBIXaHUSI,
COJIHEYHOTO 00JIydeHUs 1 KoJiebaHUI TeMIepaTyphl.
Hanuuue rnnieHHOro rHe3aa He 00si3aTeIbHO KOppeJu-
pyeT ¢ 6OJIbIIMM pa3MepoM siilia, pa3BUTHEM BHE BO-
IBI ¥ (pOpMUpPOBaHUEM DHIOTPOGHOTO roJI0OBaCTHUKA.

BosBpalasick K aBCTpajJMMCKOMY CEMENCTBY
Myobatrachidae, Bkmouaiomemy 136 BUIoB, 3ame-
THUM, YTO Pa3BUTHE DHAOTPOMHBIX MAIOIIOIBUKHBIX
roJIOBACTUKOB B Ha3eMHBIX MEHHBIX WJIW CTYIACHU-
CTBIX THe31ax (cxomHo ¢ P. sphagnicolus) xapakTepHo
st ipuMmepHo 10 BupoB u3 ponos Philoria, Crinia n
Geocrinia (Desnitskiy, 2010). YMecTHO BCIIOMHUTH
Takke 0 116 SHAEMUYHBIX IJIST TPOITMYECKOTO OCTPOBa
Maparackap Bugax mnouceMeiictBa Cophylinae (ce-
MeiictBo Microhylidae), xoTss mx sMOpuoreHe3 He
M3y4eH. Y3KOpOThIC JIATYLIKU 3TOTO TIoACeMeicTBa
UMEIOT OoJibllIMe, OoraThie XKeJITKOM fiilia, 13 KOTO-
PBIX B IEHHBIX THe3Aax (Ha 3eMJie, 1o 3eMJIeii uiu B
JyTIIax AepeBbeB) pa3BUBAIOTCA HAOTPOMHbBIE Ma-
JIonoABUKHBIE TojoBacTuku (Scherz et al., 2016;
AmphibiaWeb, 2022). B Halry 3amauy ceityac He BXO-
JINT IEePEYUCIISITh BCE CeMeicTBa OECXBOCTHIX aMpu-
OMit ¢ KPYITHBIMU SIIaM1, KOTOPEIE Pa3BUBAIOTCS B
TMEHHBIX WK CTYICHUCTBIX THE31aX BHE BOAbI. Tpy-
HO Ha3BaTh TOYHOE YMCJIO TaKMX BUIOB JIATYIIEK U
>ka0, OTHAKO OYEBUIHO, YTO UX HE MEeHee HECKOJIb-
KIX COTCH.

Oco0oro BHMMaHMS 3aCIy>KMBaeT COCTOSIIEEe U3
IIBYX BUIOB cemeiicTBo Ascaphidae. DT odeHb ITprMM-
TUBHBIE ((PUIIOTeHETUYSCKY Oa3aibHbIE) JIATYIIIKI, 3K~
BylIMe B mratax Aimaxo, Bammmarron, Kamidopaus,
MomnTtana, OperoH (CIIA) u npoBuHUMU bputaH-
ckas Komymoust (Kanama), oTKiIagbIBaroT KPyITHBIE,
boraTble XXEJITKOM M HENMUTMEHTUPOBAHHBIC Siilla
(muaMeTp OKOJIO 4 MM) oA KaMHSIMU WX CKaJlaMU
Ha JHE TOPHBIX pPeUYeK C XOJOJHOM OBICTPO TEKYIIEM
BOMOI. BDK30TpodHbIC IUIaBalOIIMEe TOJOBACTUKU
MIPUCTYHAIOT K MeTaMopd 03y He paHee, YeM IOCIe O~
HOTo TojIa JIMYMHOYHOro pa3Butust (AmphibiaWeb,
2022). U3ydyenue paHHero sMOpuoreHesa Ascaphus
fruei ToOKa3ajo, 4To OOpO3dbl TPETHEro AejeHUE
JIPpOOJIEHUSI SIBJISIIOTCS BEPTUKATbHBIMU, a CUHXPOH-
HOCTb IeJIEH1I1 0JTaCTOMEPOB yTpauyMBaeTCsI Ha 8-KJTe-
touHoit craguu (Brown, 1975, 1989). JdaHHble I10
OCOOEHHOCTSIM ITaTTepHAa APOOJCHUS y 3apOAbILICii
0ecXBOCTHIX aM(pUOMNiT U3 psiga IPYyrux CEMEMCTB, a
TaKKe IIPEMIOXECHHYI0 HaMM KJIacCU(PUKALIMIO TH-
noB IpoOneHnd B Kiracce Amphibia MoXXHO HaliTH B
npeapiaymx nyonukamusax (Desnitskiy, 2014; Jlec-
Hunkwuii, 2019).
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JII0GOMBITHO COMOCTaBUTh AAHHbBIE IO JOTacTPy-
JIIIAOHHOMY Pa3BUTHUIO U PEPOAYKTUBHBIM CTpaTe-
TMSIM Y TpeX BUJIOB JISITYLIEK C KPYIMHBLIMU SLIaMU,
BEPTUKAJIBHOI OpHEeHTaIeil 60pO3/ TPETHEro ApoodJie-
HUSI M OYeHb PaHHEl yTpaToil CMHXpOHHOCTHU KJIETOU-
HbIX JejieHnii. Kak yka3zaHo Bblllle, penpoayKTUBHBIC
CTpaTernu 3TUX JIATYIIEK COBEPIICHHO pa3HbBIE: BM-
opmoHanbHOE pasButhe v G. riobambae mpoTeKaeT B
CYMKE Ha CIIMHE MaTepUHCKOI ocodu, y P. sphagni-
colus — B Ha3eMHOM IIEHHOM THe3[e, a y A. truei — B
TeKylueit Boge. OMHAKO 3TH PeNPOOYKTUBHbBIE CTpa-
TeTUY OKa3bIBAlOT BEChMa CXOMHOE BIMSIHUE Ha TaT-
TePH PaHHETO APOGJICHUS Y ITPEACTaABUTEIEH Pa3HBIX
CeMeMCTB 0eCcXBOCTBIX aM(MUONii M3 pa3HBIX YacTei
cBeTa.

PAHHEE PA3BUTHE
HEKOTOPBIX “HEMOJEJIbHBIX”
XBOCTATbBIX AMO®UBHNN

TpanuIMOHHO OCHOBHBIMY MOJEIbHBIMU OObEK-
TaMM KCIIEPUMEHTAJIbHOM 3MOPUOJIOTUN U3 YMCIIa
Caudata 6bUIM ceBepoaMepuKaHcKue aMuoun Ambys-
toma maculatum, A. mexicanum, eBponeiickue L. vulgaris,
P. waltl n ellie HECKOJILKO APYTUX BUIOB U3 CEMEMCTB
Ambystomatidae u Salamandridae (Rugh, 1962; Det-
tlaff, Vassetzky, 1991; Signoret, Collenot, 1991; Jlet-
nag, 2001). B oTHouleHuM marTepHa ApOOJEHUST U
HaJu4uusl cpeaHeOJacTybHOrO Tepexoaa WX Jiora-
CTPYJISILIMOHHBI OHTOT€HE3 CXOJIEH C TAKOBbIM y MO-
JIeJIbHBIX BUIOB Anura. BoJIbIIMHCTBO HEMOIEBHBIX
XBocTaThix aMdpuouii oouraet B CeBepHOI AMEpUKe,
reprieTodayHa KOTOpOil BOOOIIIE OTIUYAETCS MaKCH-
MaJabHBIM pa3zHooOpaszueM Caudata (AmphibiaWeb,
2022). Tam XuUBYT MpeacTaBUTEIN AEBITU U3 JECATU
CEMENCTB, BXOISMIINX B JAaHHBIN OTpsn aMduouit
(MpryeM MsITh CEMENCTB OOUTAIOT TOJBKO HAa 3TOM
KOHTUHEHTE).

B Hauayie XX Beka ceBepoaMeprUKaHCKUE XBOCTa-
Thle aM(UOUU C KPYITHBIMU, OOTaThIMHU KEITKOM
saitmamMu n3 cemeiicts Cryptobranchidae, Plethodon-
tidae u Proteidae HEOMTHOKpPATHO CITYXKWJIY B KQUECTBE
OOBEKTOB 3KCIEPUMEHTATBHO-3MOPUOIOTUYECKHX
ucciaenoBanuii (Eycleshymer, 1904; Goodale, 1911;
Smith, 1922). OnHako 3aTeM MHTepeCc OMOJIOTOB pa3-
BUTHUS K 3TUM aM(UOUSIM yrac, BEpOSITHO, BCIICICTBIE
noctkeHuid 1mkoabl Tanca Illmemana (Spemann,
1938) m npyrux M3BECTHBIX aBTOPOB (HampuMmep,
Briggs, 1972; Nieuwkoop, 1973; Toivonen et al., 1975),
paboTaBmux ¢ 3aponpiiramMu Caudata M3 cemMeiicTB
Ambystomatidae u Salamandridae.

HaunewMm c cemeiictBa Plethodontidae (6e3iierou-
HbIe caJlaMaHIphl), BKIoYawouiero 495 BUIOB, UTO
cocrapiisieT 6osee 60% oT 0011ero Yrciia BUIOB B OT-
psiie xBocTaThix aMpuouii. st aToro cemeiictpa xa-
pakTEepHO 3HAYUTEJIBHOE DKOJIOTUUECKOE U OHTOre-
HeTU4ecKoe pa3HooOpa3ue. boabIIMHCTBO BUIOB Xa-
paKTepU3yeTCsl IPSAMBIM Pa3BUTUEM, TIPOTEKAIOIINUM
BHE BOJBI: HATIPUMED, B paCIieIMHAX MEXKAY KaMHSI-
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MU, TIOJ KOpOil THUIOIIUX OpeBeH, B KpOHax Aepe-
BbeB U T.1. OTHAKO BCTPEYAIOTCS TAKXKE U pa3inyHbIe
BapuaHThl OM(Pa3HOro JKM3HEHHOTO 1IMKJIa C BOTHOM
mmanHKoit (Wake, Hanken, 1996; AmphibiaWeb, 2022).
JloracTpynaiMOHHOE pa3BUTHE 3apOIbIlIeii Oe3ie-
TOYHBIX cajlaMaHp OBUIO UCCIeTOBAHO B psifie paboT;
IUaMETp sillla BapbUpOBaJl Y U3YyYEHHBIX BUIOB OT
2.2 1o 6.9 mm (Hilton, 1904; Goodale, 1911; Hum-
phrey, 1928; Collazo, Marks, 1994; Marks, Collazo,
1998; Collazo, Keller, 2010 u ap.). HecmoTps Ha pa3-
JINYWS PenpOAYKTUBHBIX CTpaTeruii, CHHXpOHHOCTh
JeJIeHUI KJIETOK Yy paHHMX 3apOJbIIIeii BCeX BUIOB
yTpauuBajach yXXe Ha 8-KJIeTOuHOM cTtaguu (0030p:
Desnitskiy, 2011). ¥V GonblIMHCTBa BUAOB CeMeECTBa
Plethodontidae 60po3abl TpeThero AeJieHUs ApooJie-
HUS MPOXOJST B HANpaBJI€HUU OT aHMMAaJIbHOIO 1O~
Jiroca giflia K BEreTaTUBHOMY TOJTIOCY.

IIpencrasutenmm cemeiictB  Cryptobranchidae
(5 BunoB) u Proteidae (8 BUmOB) OTKJIaAbIBAIOT B BOAY
HEMUTMEeHTUPOBAaHHbIE W Oorarbie KEJITKOM siila
muameTpoM 5—7 mm. Y Cryptobranchidae moracTpy-
JIIHMOHHBIM OHTOTE€HE3 U3YYeH Ha MpUMEpPEe aMepu-
KaHCKOro cKkpbiToxxabepHuka Cryptobranchus allega-
niensis (Smith, 1906, 1922, 1926), a Tak:Xe a3UaTCKUX
Andrias davidianus (Luo et al., 2007) u Andrias japon-
icus (Megalobatrachus maximus) (de Bussy, 1905).
OmnmcaHusI paHHEro APOOJICHUS Y 3apONBIIIE 3THX
KMBOTHBIX XOPOIIIO COBIIAAAIOT C COOTBETCTBYIOIIM-
MU JaHHBIMU, TToJy4eHHBIMU Ha Plethodontidae (11e-
puon CUHXPOHHEBIX AEJICHUI KOPOTKMii, a mudde-
pEHIIMPOBKa HAa aHMMAJIbHbIE M BereTaTUBHBIEC OJia-
CTOMEpPBI TMPOUCXOAUT TOJBKO IIOCJIE YEeTBEPTOTO
neneHus npoobiieHus). Y Proteidae HadanbHBIE 3TAITbI
pa3BUTHS U3YYEHBI TOJIBKO Y aMEPMKAHCKOIO MPOTes
Necturus maculosus (Eycleshymer, 1904; Eycleshym-
er, Wilson, 1910; Nelsen, 1953). [1aTtTrepH npo0ieHusI
B OCHOBHOM CXOJIEH ¢ TaKOBBIM y Cryptobranchidae n
Plethodontidae, ogHako oTJiMyaeTcs OOJIbIIeH Bapu-
a0eIbHOCTBIO IIPOXOXKICHMSI O0pO31 paHHETO ApPO0-
JIeHus (maxke y 3apOoablIIiei U3 OMHOM U TOi XKe Kiaa-
Ku). Tak, 60po3abl NEPBBIX ABYX AETCHUU ApOOICHUS
y Necturus iHorna MOryT OBITh He MEPUINOHAJILHBI-
MU, a BepTUKAIBHLIMU; OOPO3IBLI TPETHETO IpodIIe-
HUs BepTukaibHble (Nelsen, 1953).

IlepeiinemM K pacCMOTPEHMIO a3MaTCKOIO ceMeii-
ctBa Hynobiidae (88 BumoB). Y 6oJbIIMHCTBA TIpe-
CTaBUTEJIEN BTOTO CEMEMCTBA IMAMETpP OTKJIaJablBae-
MOTO B BOJly MUTMEHTUPOBAHHOTO SIiilla COCTABJISIET
1.5—3.2 MmM. bopo3snbl TpeTbero ApOOJEeHUS IUPOT-
HbIE, CHHXPOHHOCTb JIeJIeHUII aHUMaJIbHbIX 0J1acTO-
MEpOB yTpayuBaeTcsd Ha 16-KJIeTOYHOU cTramuu y
Hynobius nebulosus (Kunitomo, 1910) u Salamandrel-
la keyserlingii (CoeiTuHa m np., 1987). OmHako miIs
000UX 9TUX BUIIOB XapaKTEPHBI pa3inyus B pazmepax
0oJiee MEJIKUX aHUMaJIbHBIX U 00Jiee KPYITHbIX Bere-
TaTUBHBIX 0JJACTOMEPOB TaKOTO e TOopsiaKa, KaK y
VK€ YITIOMSIHYTBIX 3apOJbIIIENH aKCONOTIS U TPUTOHOB.
B 1iesiom, mmo-BUIMMOMY, Y APOOJIEHUST 3TUX TIpeAcTa-
Butelieii cemeiictBa Hynobiidae umeeTcss Oosnblire

CXOZICTBA CO CTaHIAPTHBIM ApoOIeHeM Ambystoma-
tidae m Salamandridae, yem ¢ HecTaHIZAPTHBIM IPOO-
nenueM Plethodontidae, Proteidae u Cryptobranchi-
dae. Ocoboro BHUMaHUS 3aciayxuBaeT Onychodacty-
lus japonicus (Iwasawa, Kera, 1980). ¥V storo Buaa
SIMLIEKJIETKA KPYIHbIE W HEMUTMEHTUPOBAHHBIE,
JaMETPOM OKOJIO 5 MM, 60pO31bl TPETHETO APOOJICHUS
BEPTUKAIbHBIE (B OTJIMYKME OT BbILIEYTTOMSHYTBIX IPE-
craButesieit cemeiicta Hynobiidae) u nmponecc npo6-
JIEHUSI BeCbMa CXOIEeH C TaKOBBIM Y 3apojbliiieii 6e3-
JIETOYHBIX cajaMaHIp, aMEPUKAHCKOro TMpoTes U
CKpbITOXXaOepHUKa. B nurepaType HET JaHHBIX OO
OCOOEHHOCTSIX AOTacTPYJISILIMOHHOTO OHTOTeHe3a y
YeThIPEX HEOOJBIITNX CEMENCTB XBOCTATHIX aM(pUOMit
(Amphiumidae, Dicamptodontidae, Rhyacotritoni-
dae u Sirenidae), xxuBymux B CeBepHOII AMEepUKe U
00beIMHAIONINX 16 BUIOB.

HakoHel1, BepHeMcs K cemeiicTBaM Ambystomati-
dae (32 Buga) u Salamandridae (130 BumoB), K KOTO-
PBIM MpUHALIEXKAT HECKOJIBKO XOPOIIO M3YYEHHBIX
MOJEJIbHBIX BUAOB CO CPeOHEOIACTYIbHBIM IIEPEX0-
nom. OTMeTHM, 4TO 00a 3TH CEMEMCTBA IIPEICTABIISIIOT
JUIIb 9yTh 6oiiee 20% OT 0OI1Iero Ynciia BUIOB XBO-
craThix aMduouii. OmMHaKO €CTh OCHOBAHMSI IPEHIIO-
JaraTh, 9YTo B ceMeiicTBe Salamandridae mMmeroTcst BU-
JIbl C OTKJIOHEHUSIMU OT CTaHIAPTHOIO MPOTEKAHUS
JIOTacTPYJISIIMOHHIO OHTOreHe3a. 3HAYMTEIbHOE Y C-
JIO eBpONEMCKMX U a3MaTCKUX BUIOB ceMelcTBa Sala-
mandridae — Calotriton asper, Echinotriton andersoni,
Euproctus montanus, Mertensiella caucasica, Pachytri-
ton brevipes, Pachytriton labiatus, Salamandra sala-
mandra v Ipyrue — XxapakTepusyeTcs KpyMHbIMU U
oorareiMu skenTKoM siiimamMu (Noble, 1927; Gasser,
1964; Tarkhnishvili, Serbinova, 1997; Buckley et al.,
2007; AmphibiaWeb, 2022). Camble HadyaJbHbIC 3Ta-
bl pa3BUTUSI TIpoucxonsT y Echinotriton Ha 3emJe
IO, OITAaBIIMMU JIMCThSIMHU HeOajleKo OT BomoeMa, y
Salamandra B giilieBogax MaTepuHCKON 0ocoOU, a y
OCTQJIbHBIX YIOMSIHYTBIX BUIOB B TEKyIleill BOJeE.
JlaHHBIE TI0 MATTEpHY APOOJICHUS y KMBOPOISIICH
S. salamandra (Gronroos, 1895) Gonbliie CXOAHBI C
IaHHLIMM, IIOJIyYeHHBIMU Ha BUIAX U3 CEMEUCTB
Cryptobranchidae, Plethodontidae u Proteidae, yem ¢
TaKOBBIMHU Y OOBIKHOBEHHOTO, aJIbIIMIICKOTO0, NUCITaH-
CKOTO WJIY SITIOHCKOTO TPUTOHA.

O PAHHEM OHTOI'EHE3E
B OTPANE BE3SHOI'MX AMO®UBUN

[Ipencrasurenu orpsima Gymnophiona o6uTaior B
Tponukax FOxHoit n LlenTpanpHoit AMepuku, Ad-
puku, FOxHoii u FOro-BoctouHoit A3uu. Y BUIOB C
BOMHOM JIMYMHKONM M BUIOB C NPSIMBIM Pa3sBUTHEM
siiilia KpynHble U OoraTble XXeJITKOM (IMaMeTp COOT-
BETCTBEHHO J0 8—10 MM u 3—6 MM); B KJ1agke He 60-
Jiee HECKONbKUX AecaTkoB sull (Exbrayat, 2006; Go-
mez et al., 2012). ¥V XuBopoasgInuX BUIOB IUAMETP
gita 1—2 MM M caMKa OOBIYHO BBLIHAIIIMBAET JIUIIb
HecKobKo 3aponbiireii (Wake, 2015). IlepBeie aM-
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OpHOJIOrnYeCcKIe UCCIe0BaHNsI Oe3HOrnX aM(puonii
ObLIM BBITOTHEHHI B KOoHIle XIX Beka (Sarasin, Sara-
sin, 1887; Brauer, 1899). OnHako naHHBbIE IO paHHE-
MY 9MOpHMOTeHe3y HOCUJIU MTpeABapUTebHbBIN XapaK-
Tep, MO-BUAUMOMY, BCJIEICTBUE TPYAHOCTEN B MOJIY-
yeHuu matepuaia. IIpobiema monaydeHUs] TAHHBIX
M0 aHaJu3y paHHUX CTaauii SMOpUOreHe3a TMMHO-
¢UoH ocTaBajach BeChbMa aKTyaJIbHOW U Ha MPOTS-
KEHUU BCETO TTOCJICAYIOLIETO CTOJIETHUSI, TIOCKOJIBbKY
onyoauKoBaHHbIE 3a mocaenHue 30 JIeT Tpy TaGInuLIbl
pa3BUTHS HE BKJIIOYAIOT CTaAuU ApPOOJEHUs U Tra-
cTpyassuuu (Sammouri et al., 1990; Diinker et al.,
2000; Pérez et al., 2009). Takum obpaszomM, cpenu 6e3-
HOTMX aMm(pUOMIT Ha CeTOMHSI HET HMU OJTHOTO XOPOIIIO
M3y4eHHOT'0 MOJICJIbHOTO BHUIA.

EnuHcTBeHHOI paboTOii, B KOTOPOIl JOCTATOYHO
oApoOHO aHAIU3UPOBAIU APOOICHUE STiIIa THMHO-
¢uoH, gBasgeTrcs craTbhsa CBeHccoHa (Svensson, 1938)
Ha a3MaTCKOM BUJIE C TUYMHOYHBIM pa3BuTueM Ichthy-
ophis glutinosus (cemeiictBo Ichthyophiidae, BKiTtouaro-
mee 57 BunoB). po0OieHue y 3Toro Buma roaooa-
CTUYECKOE C OYeHb MaJleHbKUMMU aHUMaJIbHLIMU
Osactomepamu. B 11e10M OHO HarloMUHaeT apobiie-
HUE TeX MPEeACTaBUTENE OECXBOCTBIX M XBOCTATBIX
amMuOMii, KOTopble UMEIOT KpYMHHbIe sSiila ¢ 00Jb-
MM coaepkaHueM xenTtka. [loaTromy TpyaHO corja-
CUTBCSI C OCHOBAaHHBIM Ha paboTtax KoHma XIX B.
MmHeHueM O.M. MBanoBoii-Kazac (1995, c. 230) o
MepoO0IacTUYeCKOM Xapakrepe apoobiieHus y Gym-
nophiona. Bce usydeHHbIE 1O CUX IIOP IIPEACTaBUTE-
Jqu kiacca Amphibia uMMeT roJjiobGJacTUYECcKOoe
npooienue (Elinson, del Pino, 2012; del Pino, 2018).

ITOITBITKA
OUIIOTEHETHUYECKOI'O AHAJIM3A
JOTACTPYJIALMOHHOI'O PASBUTHA

OmnuchiBaeMblil B ydeOHMKaxX (Hampumep, Signo-
ret, Collenot, 1991; Barresi, Gilbert, 2020) maTrepH
JIOTaCTPYJISILIMOHHOIO OHTOTeHE3a XapaKTepeH OalIeKO
He w1t Bcex ampuomii. [To-sBuanmomy, He MHOTUM 00-
mee 50—60% BUOOB oTpsima Anura MMEIOT TaKOW Ke
(cTaHOAPTHBI) TTATTEPH PaHHETO Pa3BUTHS, KaK, Ha-
npumep, R. temporaria nim X. laevis u He 6onee 20% Bu-
noB otpsina Caudata — Takoii ke, Kak A. mexicanum nian
P. waltl. B orpsane Gymnophiona BUIOB CO CTaHIAPT-
HBIM TTaTTEPHOM APpOOJIEHUS (XapaKTEePHBIM JIJISI MO-
IenbHBIX BUA0B Anura 1 Caudata) v mociaeayommnum
CpenHeOIACTYILHBIM — TIEPEXOAOM, II0-BUINMOMY,
BOOOIIIE HET.

Bonbmioit pasmep giilia o4eHb 9aCTO CBSI3aH C Me-
PEXOIOM K aCUHXPOHHBIM JeJIeHUSIM Y& Ha paHHUX
sTanax apoOieHus 3apopbima (Desnitskiy, 2018;
HecHuuikuii, 2019). DTo MoryT ObITh KaK (huIoreHe-
THYeCKN Oa3alibHble BUIbLI (XBOCTaTble amMuOnm
A. davidianus, A. japonicus, C. alleganiensis, nsarymka
A. truei), TaK ¥ 9BOJIOIIMOHHO NPOABUHYTHIE BUIbI
(6esnerouHas casamaHapa Ensatina eschscholtzii, nsi-
rymiku G. riobambae, P. sphagnicolus, Rhacophorus ar-
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boreus). Taxkoit ke xon ApOOIECHUS XapaKTepeH U ISt
IBoOSIKOAbIIAIIUX pbi0 Lepidosiren paradoxa n Neo-
ceratodus forsteri (Kemp, 1982; Kershaw et al., 2009;
Desnitskiy, 2015), KoTopble SIBIISIFOTCSI OJIVKaA MMM
KUBBIMU POACTBEHHMKAMU Ha3€ MHBIX II03BOHOYHBIX
(Brinkmann et al., 2004; Liang et al., 2013).

bruto BbeIckazaHo mpeanonoxeHue (Desnitskiy,
2014), 9To mMaTTEepH OOracTPYISILUOHHOTO OHTOTCHE-
3a C yTpaToi CUHXPOHHOCTH JIeJICHUN yxKe Ha 8-KJie-
TOYHOMN CTaauu U OTCYTCTBUEM IUMGEepEeHIMPOBKU
Ha aHUMMaJIbHbIE U BereTaBTUBHbIE OJIACTOMEPHI B XO-
JiIe TPETbEeTO APOOJEHUSs SBISIETCS aHLECTPaTbHbIM
1 kiacca Amphibia, XoTsI MHOTME 3BOJIIOLIMOHHO
MPOABUHYTbIE BUIbl OECXBOCTBIX U XBOCTATBIX 3€M-
HOBOJHBIX TOXE UMEIOT 3TOT XK€ MaTTEPH Pa3BUTHSI.
CraHmapTHBIM MaTTepH paHHEro OHToreHe3a (00-
mupHasi cepust 10—12 OBICTPBIX CMHXPOHHBIX OejIe-
HHUI OJacTOMEpPOB, BKJIOYas ITMPOTHBIE OOPO3IbI
TpeTbero APOOIEHNS), XapaKTEPHBI IJ1sI MOJAETbHBIX
BUIOB A. mexicanum u X. laevis, BEpOSITHO, SIBJISIETCS
9BOJIIOLIMOHHO MPOJIBUHYTHIM U BO3HUK HE3aBUCUMO
B oTpsimax Anura u Caudata. Ha Hali B3misia, B MOJIb-
3y KOHBEPreHTHOTO BO3HUKHOBEHMSI cpenHedsa-
CTYJILHOTO Mepexo/ia TOBOPUT (PakT HEKOTOPBIX pa3-
JINYU B OTHOIIEHUY LIUTO(U3NOJOTUM CTanuu 6a-
CTYJbl y 3TUX NIBYX BUIOB. Y aKCOJIOTJSI pa3BUTUE
OJIOKMpPYETCS Ha cpeaHeOIacTyJIbHOM Tepexone Mox,
BO3JICICTBUEM MHTUOUTOpPA TPAHCKPUIILIUU Ol-amMa-
HutuHa (Signoret, 1980; Lefresne et al., 1998). Ha-
MPOTHUB, Y IITTOPLIEBOM JISATYIIIKU MPOLIECC AECUHXPO-
HU3aLMU KJIETOK He YyBCTBUTEJEH K (l-aMaHUTUHY
(Newport, Kirschner, 1982). HakoHe1, cpagy mociie
CpeIHEOIACTYILHOTO Tlepexoia KJIEeTKU 3apojbiliia
X. laevis mpruoOpeTalOT MHAWBUIYATbHYIO TOABUXK-
HOCTb, TOTIa KaK Yy 3apobiia A. mexicanum 3TOTO He
Ha0monanu (Andéol, 1994; Lefresne et al., 1998).

IIpencraBisyio MHTEPEC BBITIOJHUTH CPABHUTEIb-
HO-(pUIOTeHeTUUeCKUiT aHaIU3 TIpoliecca J0racTpyJisi-
LIMOHHOTO pa3BUTUSA aM(UOMii ¢ 1IeJIbIO IIPOBEPUTh U
YTOUYHUTH HaIllM MHTYUTUBHBIE MpearnoioxeHus. Vc-
cJleloBaHKWe TaKOTO TUIA HE UMEET aHaJIOrOB B MUPO-
BoIi mTepaTtype. OoqHaKO HaM IPUIILIOCh OTPAHUYNTh-
¢ TonbKo oTpsimoM Caudata, MOCKOIBKY CUTyallus B
cuctemMatuke U prIoreHur Anura MeHee CTabuJIbHA,
YyeM CUTyalusl B CUCTEMATHUKe U (pUIIOTeHUU XBOCTa-
TeIX aMmpuowuii. [IpencraBaeHus o Kiraccupukalu U
9BOJTIONIMU OECXBOCTBHIX aM(PUOUIT TTOCTOSTHHO yTOY-
HSIOTCS WIM Oaxe IepecMaTpuBaioTcsa (HampuMmep,
Streicher et al., 2018). Kpome Toro, 41cio coBpeMeH-
HBIX BUAOB Anura IMOYTU B JECSTh pa3 IpeBbIIIaeT
4uciio coBpeMeHHBIX BumoB Caudata (AmphibiaWeb,
2022). JaHHbIE 110 OCOOEHHOCTSIM IIaTTepHa Apo0Iie-
HUST U3BECTHBI IPUMepHO I 4.65% BUIOB XBOCTATHIX
ampuowmii. JInst 6ecxBOCThIX aM(MUOMiT COOTBETCTBYIO-
mas nHpOpMaLMsI UMeeTCsl B INTepaType MeHee 4eM
st 1% BUIOB.

I[J'[f[ IIPOBCOCHHOTO HAMM CPAaBHUTEIBbHOTO U (l)I/I—
JIOTCHETNYCCKOIO aHaim3a IIpolecca Z[pO6J'[€HI/I$I y
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OO pHEBII

Plethodon cinereus
E Desmognathus fuscus
Desmognathus aeneus

I_ Ensantina eschscholtzii

Kopotkuit

Eurycea bislineata
ﬁ Gyrinophilus porphyriticus
Hemidactylium scutatum
Necturus I

— Ambystoma maculatum

L Ambystoma mexicanum

Cynops orientalis
Cynops pyrrhogaster
Triturus cristatus
Triturus carnifex
Ichthyosaura alpestris
Lissotriton boscai
Lissotriton helveticus
Lissotriton italicus
Lissotriton vulgaris
Taricha torosa

Echinotriton chinhaiensis

Pleurodeles waltl

Sal. d J} 4,

M.
Mer

Sal drella keyserlingii
_I_|_ Hynobius nigrescens

Onychodactylus japonicus

E Andrias japonicus
Andrias davidianus

Cryptobranchus alleganiensis

Puc. 2. OcobeHHOCTH npo0GaeHus 3apoaplieit y pasHbix BumoB Caudata, moMelieHHbIEe Ha (UIOTEHETUYECKOe IePEBO ITOTO
otpsiaa (rmo: Desnitskiy, Litvinchuk, 2015, ¢ ynpoienusimu). PazMep nepuoaa CMHXpOHHBIX ASJICHUI IpOOJIeHUS: OOIIMPHBIIA

(mo 10—12 meneHuit) v KOPOTKUii (1o 3—4 meneHumin).

3apopsbiieii orpsaa Caudata (Desnitskiy, Litvinchuk,
2015) ObTM BaxkHBI 1) HaTWYME WM OTCYTCTBHE O0-
IIMPHOI cepry OBICTPHIX CHHXPOHHBIX AeJICHUI IPO0-
sneHwus (1o 10— 12 KJIeTOYHBIX IMKJIOB) B aHUMaJILHOM
MOJIyLIapuK PaHHEro 3apoiblllia U 2) OpUeHTalus
0OpO3IbI TPETHETO NEACHUST APOOIEHUS: IUPOTHA,
BEpPTUKaJIbHAS WK BapbUpylolias. Y BUIOB C Bapbu-
poBaHMEM O0OPO3/I TPETHEro NPOOIEHSI OHY B TIpe/ie-
JlaX OJJTHOM M TOM K€ KJIAJKM Yy OIHMX 3apOAblllcit
IIMPOTHEIE, a Y APYTUX BEpTUKaIbHBIE. bbliu coopa-
HBI OITyOJIMKOBAHHBIE B SMOPUOJIOIMYECKOM U Tep-
METOJIOTUYECKOM JIMTepaType MaHHbIE II0 3apO.IbI-
1maM 36 BUIOB U3 IIeCTU ceMeiicTB: Ambystomatidae,
Cryptobranchidae, Hynobiidae, Proteidae, Pletho-
dontidae u Salamandridae. Kaxnabrit mpu3Hak ObLI
nmoMelleH Ha (UIOreHEeTUYeCKOoe NIepeBO OTpsaa
Caudata, TTOCTpOEHHOE TI0 pe3yJbTaTaM 3BOJIOLIM-
OHHEBIX HCCJIeOoBaHUil mocnenHux aeT (San Mauro,
2010; Pyron, Wiens, 2011; Vieites et al., 2011; Zheng
et al., 2012; Shen et al., 2013 u gp.) (puc. 2 u 3). Kpo-
Me TOro, B HaIlleM aHaJin3e¢ ObUIM MCIIOJIb30BaHBI
JIaHHbIE TI0 pa3Mepy siilia, KOTOPbI€ U3BECTHHI IJIsI
MpencTaBuTelieil Bcex NecsiTU ceMeiiCTB OTpsiia XBO-
cTaThIx amGpuOuii, 1 IMpU3HAK “pa3Mep siia” ObLI TOXe
MOMeIIeH Ha (prToreHeTUIeCKoe AepeBo (puc. 4).

Haiiie ucciaenopanue nokasajio, 4To 1OracTpyJisi-
IIMOHHOE Pa3BUTHE OOJTBIITNX, OOTATHIX KEATKOM SIULL
C KOPOTKOM CEpUEN CUHXPOHHBIX ACJIEHUNA U BEPTU-
KaJabHBIMU OOpO3JaMM TPEThEro APOOJCHUSI — 3TO
AHIIECTPATBLHBIA HAOOpP OHTOTEHETUYECKUX ITpU3HA-
koB w1 orpsima Caudata. Hamporus, mmpoTtHbie 00-

PO3IBI TPETheTo NPooIeHMs 1 rteprol 10—12 ObICTPhIX
CUHXPOHHBIX AEJICHUI, 32 KOTOPBIM CJeAyeT Cpel-
HEeOJIACTYJIBHBIN TIEPEXO, SBISIIOTCS SBOJIOIIMOHHO
MIPOABUHYTHIMU TIpM3HAKaMHu. PUIoTeHeTHIeCKUit
aHaJu3 IOTacTPY/ISILIMOHHOIO OHTOTeHe3a Y 3apOabl-
meil xBoctarbix amduouii (Desnitskiy, Litvinchuk,
2015) mOIHOCTHIO MOATBE PAMII UAEI0 00 SBOMIOLIMOH-
HBIX B3AaUMOOTHOIIIEHUSIX TUIIOB IPOOJIEHNSI, BBICKA-
3aHHyI0 paHee (JecHuukuii, 2014).

AHanus pa3Mepa SMIEKIIeTOK IT0Ka3aa, YTO Of-
HUM U3 BaXXHBIX aHLIECTPaJIbHbBIX IIPU3HAKOB OTpsaa
Caudata sBisgercst OoJbloil pasMmep stiina. Kpome
TOTO, IJISI XBOCTAThIX aMpuOuii xapakTepeH 3BOJIIO-
LIMOHHBIN Mepexod OT KpYMHOIo pa3Mepa giila K Ma-
JIEHBKOMY, a 3aTeM HEOTHOKpaTHbIC OOpaTHLIE TIepe-
XOIIbI OT MAJIOTO pa3Mepa siila K O0IbIIOMY pa3Mepy
B ceMelicTBe Salamandridae, Hanpumep y C. asper u
S. salamandra (Desnitskiy, Litvinchuk, 2015). Otme-
THUM, YTO YMEHBIIIEHME pa3Mepa silia B ceMeliCTBax
Ambystomatidae 1 Salamandridae ObLIO cONpsKEHO
¢ ipuobpetreHreM cepun 10—12 OBICTPBIX CUHXPOH-
HBIX IeJICHUI, COIIPOBOXIAeMOIl CpemHeOIacTyIb-
HBIM TiepexonoM (A. mexicanum, L. vulgaris, P. waltl n
HECKOJILKO APYTUX BUIOB).

SAKJIIOYUTEJIBHBIE SAMEYAHU A
M INEPCITEKTHUBDI

CormacHO MOJEKYJISIpHO-(PUIOTeHETUIECKUM TaH-
HbIM (San Mauro, 2010), oTpsiIbl XBOCTaThIX U GECXBO-
CTBIX aM(pUONii TUBEPrUPOBaId 0KoJo 290 MMLIMO-
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[IupoTtHEIE

{ Desmognathus fuscus
I
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P

_{ Eurycea bis
Hemidactylium scutaturn
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BeptukanbHbie

]

Ambystoma maculatum
Ambystoma mexicanum

Cynops orientalis
Cynops pyrrhogaster
Triturus cristatus
Triturus carnifex
Calotriton asper
Ichthyosaura alpestris
Lissotriton boscai
Lissotriton helveticus
Lissotriton italicus
Lissotriton vulgaris

Taricha torosa
1 A

phthall viridescens
Echinotriton chinhaiensis
Tylototriton verrucosus
Pleurodeles waltl
Salamandra atra
Salamandra salamandra
Mertensiella caucasica
Salamandrella keyserlingii
Hynobius nebulosus
Hynobius guabangshanensis

Hynobius nigrescens

Onychodactylus japonicus

Andrias japonicus
I E Andrias davidianus

_ Cryptobranchus alleganiensis

Puc. 3. OcobeHHocTH TpoOIeHus 3apobliieit y pasHbix BumoB Caudata, moMenieHHbIE Ha (GWIOTEHETUYECKOE JEPEBO ITOTO
otpsina (1mo: Desnitskiy, Litvinchuk, 2015, ¢ ynpomenusimu). OpueHTals 60po3/1 TPEThero AeJICHUS IPpOOJeHYS: IIIMPOTHBIE,

BapbUPYIOUIME UIN BEPTUKAJIbHBIC.

HOB JIET TOMY Ha3aj (B HauaJjie TIepMCKOTo IIepruoa).
Hamm mccnenoBaHus IIpearionaraloT, YTO ITaTTEpH
JpoOJIeHUsI, XapaKTePHbIil IS paHHUX 3apOJbIIIeii
MoaeabHBIX BUNOB A. mexicanum (Caudata) u X. laevis
(Anura), TIpencTaBiseT TOMOIUIa3UI0. DTOT ITaTTepH
JIPpOOJIEHUSI COTPSIKEH C HAJIMYMEeM B KJlaJKaX MHO-
TOYMCJIEHHBIX MAJICHbKUX SIMII, a TaAKXKe C MpoTeKa-
HUEM SMOPHUOHAIBHOIO U JIMYMHOYHOIO Pa3BUTUS B
CTOSTYMX Bogoemax (Tae BO3MOXHOCTH IIJIST SK30T€H-
HOTO TTUTAaHUS IMYMHOK Topasio Jydllle, YeM B TeKy-
mieii Boae). B B3 co cka3zaHHBIM, JIOTUYHBIM SIBJISI-
€TCsI IPEINOJIOXKeHNEe, YTO CPeaHeOIacTyILHEINA T1e-
pexol, KOTOPHIi clienyeT 3a MepUoIOM CUHXPOHHBIX
JeJICHUH Siilia y 3HaYMTeIbHOTO Y1 CIa MOIEIbHBIX U
HeMoIeabHbIX BuaoB Anura n Caudata, BO3HUK KOH-
BEPreHTHO B IBYX OTpsiiax kiacca Amphibia kak aM-
OproHaJIbHAS amanTalis K OONTaHWIO U Pa3BUTHIO B
CTOsIYe! BOJeE.

Joa manbHeMIero cpaBHUTEILHOTO aHalInu3a JI0-
racTpy/ISILIMOHHOTO Pa3BUTUS TIPEICTABIISIOT OIpee-
JICHHBII MHTepeC HEKOTOphIe HEMOAEIbHbIE BUII OT-
psima GecxBOCTBIX amdubouii. Hanmpumep, KpyrHoe U
boraroe XeJTKOM S0, BEpTUKAJIbHbIE OOPO3IbI Tpe-
TBETO IPOOJIEHUSI M OTCYTCTBHE CPEeIHEOIaCTyIEHOIO
Mepexoa XapaKTepHbI HE TOJBKO ST (DUIIOTEHETH-
yecku OasasibHOU Jsiryiiku A. truei (Archaeobatra-
chia), HO Takke M I TIpeACTaBUTENICH pa3TIMUHbBIX
CEMEMCTB DBOJIOLMOHHO TMPOABUHYTHIX JISATYIIEK
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(Neobatrachia) — E. coqui, G. riobambae n P. spagni-
colus. Bcerna i B HECKOJbKUX (DUITOTEHETHUUECEKUX
muHusax Neobatrachia coxpaHsIcs KpyIHBIN pa3Mep
SIIIa WUTK TIOCJIeTOBAaTEeIbHO MIPOMCXOIWIIN yTpaTa u
MOBTOPHOE ITPUOOPETEHUE YITOMSIHYTOTO Mpr3HaKa (1
JIPYTUX COITyTCTBYIOIINX OcOOeHHOCTel)? B HacTos-
11ee BpeMs OMHO3HAYHOTO OTBETA Ha 3TO BOIIPOC HET.

HaxkoHe1, y HEKOTOPHIX HEMOAEAbHBIX BUIOB
Anura 1epexo/1 OT MAaTepUHCKOTO KOHTPOJISI OHTOTe-
He3a K 3UTOTUYECKOMY IIPOMCXOIUT HE Ha CTaauu
cpefHeil 61acTybl, HO Ha JPYrUX 3Talax pa3BUTHS:
Ha CTaIuM paHHETO APOOJICHUS Y CyMYaTOM JISITYIIKIA
G. riobambae n B Hauvajye ractpyisauun y E. coqui,
HMMeEIOLLeH TpsIMOoe pa3BUTHE. B cBSI3U ¢ 3TUM BO3HUKA-
eT psig BonpocoB. Korma rmporcxoanuT cMeHa KOHTPOJIS
Had pa3BUTHUEM Y IPYTMX TPYIII JSATYIIEK C MPSIMbIM
pa3BuTHEeM: U3 ABcTpanuu, Azuun, Appuku niu Oxe-
aHuM (ITOCKOJIBKY OHO Y HUX BOZHMKAJI0 He3aBUCUMO
OT IIPSIMOTO pa3BUTUSI HeoTponudeckux Terrarana)?
Korma mpoucxonuT cMeHa KOHTPOJS Haj paHHUM
pa3ButueM y 6e3nerounnix caaamanap (Plethodonti-
dae) ¢ mpsIMbIM pa3BUTUEM M ¢ OM(a3HBIM XU3HEH-
HBIM LIUKJIOM?

3aBepItiast 0630p, 3aMETHM, UTO KaK B CJTydae OTpsiIa
Anura, TaK u B cirydae orpsima Caudata, HeCOMHEHHO,
CYIIIECTBYET TOCTATOYHO TMOKAsT CBSI3b MEXKIY perpo-
TYKTUBHOM CTpaTerueil 1 0COOEHHOCTSIMU TOTacTPy-
JISIITMOHHOTO pa3BUTHsI. OHTOTeHETMYIEeCKOEe pa3HO00-
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Puc. 4. Pa3Mmep siina y pasusix BunoB Caudata, moMeIieHHbII Ha rioreHeTUIecKoe IepeBo 3Toro otpsiaa (1mo: Desnitskiy, Lit-

vinchuk, 2015, ¢ ynpoliieHusiMu).

pazue am@pUuOUii SIBISICTCS OTPaXKEHNEM UX DKOJIOTH-
YeCcKOro pa3HooOpasusi, U pa3Hble PeNpOAyKTUBHbIE
CTpaTeruv MOTyT, TT0-BUIUMOMY, OKa3blBaTh BECbMa
CXOIHOE (XOTs He 00s13aTeIbHO UIEHTUYHOE) BIIMSTHUE
Ha IaTTepH ApobieHus. s nanbHelei pa3padoTku
9TOM KOHLENUUU (U BBISICHEHUSI MPUUYMHHO-CIE-
CTBEHHBIX CBSI3€il MEXIY SKOJIOTMYECKUMU M OHTOTe-
HETUYSCKUMM IIpU3HAKAMM) ObUIO OBl BAXKHO IIPUBJICYb
JIOTIOJTHUTEIbHYIO MH(MOPMAILIUIO 110 HaYaJlbHbIM 3Ta-
1aM pa3BUTHUS Yy 3HAYMTEIHLHOTO YMCIa HEMOACIbHBIX
BUIOB amM(}uOMii, KOTOpble, OAHAKO, TOKa TOYTU He
MPUBJIEKAIOT BHUMaHWe SMOPHOJIOTOB.

BJIIATOOJAPHOCTHU

Cratbsl TIOCBSIIIEHA CTOJIETUIO CO3[aHus mpodecco-
powm I1.T1. UBaHOBBIM KaOMHETa SMOPUOJIOTUU — MpEaIIe-
cTBeHHUKa Kadenpsl smoOpuonorun CankT-IleTepOypr-
CKOTO roCy1apCTBEHHOTO YHUBEPCUTETA.

COBJIIOJEHUE 5TUYECKHUX CTAHIAPTOB

le/l TMOATOTOBKE 3TOM CTAThU JIOAW U XXMBOTHBIC HE
OBLIM VCITOJIb30BaHbI B KAUECTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTOD 3asiBJISIET, YTO KaKOH-1100 KOHMIUKT UHTEPE-
COB OTCYTCTBYET.
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Comparative and ecological aspects of the reorganizations of early development in the class Amphibia are an-
alyzed. We used data on the developmental diversity in a number of families belonging to the orders Anura
and Caudata, in which many species had lost their connection with the aquatic environment. Model repre-
sentatives of the class Amphibia (Ambystoma mexicanum, Rana temporaria, and Xenopus laevis) have small
eggs (no more than 2.5 mm in diameter). In these species, the slowdown in the rate of cell divisions and the
loss of synchrony occur at the midblastula stage. However, phylogenetically basal amphibian species (Asca-
phus truei, Cryptobranchus alleganiensis) are characterized by the large (4—6 mm in diameter) yolky eggs and
a short series of synchronous blastomere divisions (the synchrony is already lost at the 8-cell stage of cleav-
age). They do not have a “midblastula transition”, which is characteristic of the above model species. On the
other hand, many evolutionarily advanced non-model species of caudate and anuran amphibians (for exam-
ple, Desmognathus fuscus, Gastrotheca riobambae, Philoria sphagnicolus), as well as the basal species, are char-
acterized by the large, yolk-rich eggs and the early loss of cell division synchrony. Phylogenetic analysis sug-
gests that the cleavage pattern of the most extensively studied amphibians, the Mexican axolotl (Caudata) and
the African clawed frog (Anura), represents a homoplasy. The midblastula transition, which is characteristic
of these two species, might have evolved convergently in these two orders of amphibians as an embryonic ad-
aptation to development in lentic water.

Keywords: amphibians, cleavage division pattern, egg size, evolution of development, midblastula transition,
reproductive strategies
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Pr16b1 KOMMuiekca Barbus (=Labeobarbus) intermedius (Actinopterigii, Cyprinidae), B pyCCKOSI3bIYHOM JIM-
TepaType U3BECTHBIC KaK KPYITHbIe ahpUKaHCKHE ycauH, IITMPOKO PacpocTpaHeHbI B BogoeMax AGpUKH.
XapakTepHOi 0COO0EHHOCTHIO MOP(OJIOrMYECKOro pa3Ho0o0pa3usl 3TOM IPyIIbl PHIO SIBISETCS CUMIATPU-
YeCcKoe COCYIIeCTBOBaHME MOP(hO-3KOJIOTHIECKUX (hOPM B JIOKAJTBHBIX Momy siiusax. HanGonee n3Bect-
HBIi IPUMEP TAKOTO COCYIIIECTBOBAaHMSI UMEET MECTO B PACIIONIOXXEHHOM Ha ceBepe Dduonuu o3. TaHa, e
IO OLICHKAM pa3HbIX aBTOPOB 00MTaeT 10 15 Mopdo-3koaorndeckux GopM (MopdoTuiioB). OTININTEIb-
Hble TIPU3HAKKU ycauyeil TAaHCKUX MOP(MOTUIIOB OTYETIIMBO MPOSIBISIIOTCS MO TOCTHMKEHUIO CTaHIAPTHO
mmHEL (SL) npuMepHo 15 cm. [Ipu MeHbIIeH IIMHE MpeacTaBUTENIN OOIBIIMHCTBA MOP(GOTUIIOB MEXKIY
€00011 Hepa3TMYMMBbI. DTO JAeT OCHOBAHMSI MPEAIOJI0XUTh, YTO B OHTOTeHE3¢e TIaBHbIe BEKTOPbI MOpPdO-
JIOTUYECKON N3MEHYMBOCTH TAHCKUX ycadyeil MOTYT OBITh Pa3HBIMU 0 U MOCIIE JOCTUKEHUST OCOOSIMHU T~
HbI 15 cM. Llenpio HacTOsIIIEro ucciaeaoBaHUs cTajla IpoBepKa ITOro IpenmnojoxeHus. IloaydyeHHbIe pe-
3yJIBTATHI IIOATBEPXKAAIOT, YTO B JAHHOM MOITYJISIINY CTaHIapTHas mirHa (SL), paBHas ImpuMepHO 15 cM, pa3-
rpaHUYMBAET ABE CTaIUU ITOCTHATAIbHOIO OHTOTeHe3a y MCCleayeMoii rpynIibl peid. ¥ ocobeit SL < 15 cm
OCHOBHOI BEKTOp U3MEHUYMBOCTU — 3TO CJIECACTBHE M3MEHEHUST MOP(MOJIOTMIECKUX TTPOTTOPIINIA TT0 Mepe
pocTta ocobu. Y ocobeit SL > 15 cM 0CHOBHOM BEKTOP NU3MEHYMBOCTH, T10 BCEI BEPOSITHOCTHU, CBSI3aH C pa3-
JeJIECHUEM MUILIEBBIX pecypcoB. OpUTHHAIBHBIN ITOAXO0J, UCTIOJIb30BaHHBIN B MCCIEIOBAaHUM, TTOJIaraeTCs
MepCHeKTUBHBIM B aHAJIM3e 0COOEHHOCTE ! U3BMEHYMBOCTHU Ha Pa3HbIX CTAIUSIX OHTOTEHE3a He TOJIbKO U3Y-
YaeMoii, HO U IPYTUX CUCTEMATUIeCKUX TPYIIII.

Kntouesvie crosa: reHepanuszoBaHHast hopma, Barbus (=Labeobarbus) intermedius KoMIUIEKC, CUMIIaTpUYe-
ckoe (hopMooOpa3oBaHue, TIOCTHATAIbHBII OHTOI€HE3, BEKTOPHI M3MEHUYMBOCTH

DOI: 10.31857/S0475145023020040, EDN: XFAOLX

BBEAEHWE

Nxtnodayna o3. TaHa, pacnoaokeHHOTO B Ce-
BEepHOM YyacTu DPUONMUU, ITpUMedaTesibHa, TIpexKIe
Bcero, obowmmeM Mopdo-3Konorndeckux dopm (mim
MOP(OTHUIIOB) KPYITHBIX a(pUKAHCKMX ycadeil KOM-
iekca Barbus (=Labeobarbus) intermedius (sensu Ban-
ister, 1973). Cuuraercs, 4TO KOMILUIEKC “TaHCKUX MOP-
(GOTUIIOB — 3TO pe3yJIbTAT aJallTUBHOM pagualliv B
npoliecce paslejeHus IMUIIEeBhIX pecypcoB (Sibbing
et al., 1998; Sibbing, Nagelkerke, 2001; Nagelkerke,
Rossberg, 2014). B monb3y 3TOro mpeamnosIoXeHUs
CBUJIETENILCTBYIOT JTaHHBIE O AUddepeHIInaum TaH-
CKMX ycadeli ITo mpru3HaKaMU, OTpaKaloIM CTPOSHIE
yemocTHOro anmnapara (Muponosckuii, 2017, 2021a,
20216).

Hapsiny ¢ ycauamu crnenyain3upoBaHHBIX MOpP-
¢doturmon B 03. TaHa ob6uUTaOT 0COOU 6€3 BHIPAXKEH-
HBIX IIPU3HAKOB KaKOM-TM00 MUINEBOM CrIeIInaIn3a-

nouu (Mina, 2001). Takue ocodu MMEeHYIOTCSI TreHepa-
JIN30BAaHHBIMU U, €CJIU OOJNBITMHCTBO MOP(POTUIIOB —
5TO 3HAEMUKH 03epa, TO ycaul TeHepaTn30BaHHOM
¢GOpMEI IIMPOKO PACIIPOCTPAHEHBI B peKax U o3epax
Adpuku. OHU cl1araloT MOHOMOPMHbBIE MOMYISIINN
KPYIHBIX apUKAHCKUX ycadeil, a B MTOJIUMOP(PHBIX
MOMYJISILIMSIX JOMUHUPYIOT T10 YuciaeHHocTu. [Tpenmo-
JIaraeTcsl, 4YTO TeHepau30BaHHAasl (opMa SIBJISIETCS
TIPEIKOBOM, B IIpoliecce TUBepCcr(pUKAIINH JaBIIIeii Ha-
JaJI0 MHOTOOOpa3HIo KOMITIIEKca B. intermedius B apea-
ne (Nagelkerke et al., 1994; Mina, 2001; I'oxy6110B,
2010; Shkil et al., 2015; Levin et al., 2019, 2020). B
MOJb3y TAKOIo IIPEAIIONIOXEHUSI CBUIETEILCTBYIOT
pe3yJibTaThl UCCAeI0BaHUSI U3MEHYMBOCTU TeHepa-
JIM30BaHHOI (opMbl KoMmruiekca B. intermedius B
CpaBHEHUU C W3MEHYMBOCTBHIO CHUMMATPUYECKUX
MOPMOOTUIIOB U aJUIONIATPUYECKUX BUIOB KPYMHBIX
acdpukanckux ycaueir (Mupononckuii, 2020, 20216).
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Oco0bb reHepaan3oBaHHOU (DOPMBI

Carplike

Bigmouth small-eye

Acute

Shorthead
10 cm

|

Puc. 1. Ocobu reHepaIM30BaHHOM U HEKOTOPBIX CIeLIMaTU3UPOBaHHBIX (hopM (MOPpGHOTUIIOB) KPYITHBIX ahpuKaHCKUX ycauei
u3 03. Tana. Hazpanus mopdoTunos npuBeneHsl, cornacHo kinaccudukanuu Harenbkepke ¢ coaBT. (Nagelkerke et al., 1994,
1995). ®dotorpacduu ny6aukytorcs ¢ mobdesHoro paspemienus @ H. llkuns u E.B. Ecuna (MBP PAH u UTID5 PAH).

XoTs paznuuuss MeXAy HEKOTOpPHIMU (opMaMu
ycaueil 03. TaHa BecbMa BEJMKMU U, KaK OTMeUaloT
Harenskepke ¢ coaBropamu (Nagelkerke et al., 1994),
COITIOCTABMMBI C Pa3MIUSIMU BUIOB U HaXXKe POIOB
Cyprinidae EBpasuu (puc. 1), npruHaaIekHOCTb OCO-
OM K TOMY WJIN WHOMY MOPQPOTHIY MOXKET OBITh
ompejencHa JIUIIb 0 JOCTUKEHUIO HEKOTOPOIA I~
Hel. CommacHo M.B. MuHe ¢ coaBropamu (Mina
et al.,1996; Muna u np., 2011), o1 GOJBIIMHCTBA
MOpGOTHUITOB TaKasl IUIMHA JIEXUT B quana3zoHe SL =
= 20—25 cM; IpU MEHbBIIUX pa3Mepax UACHTUDUIIM-
pPYIOTCS TUIIB ABa MopdoTulia: acute u bigmouth big-
eye. Harenbkepke ¢ coaBropamu (Nagelkerke et al.,
1995) yrBepxknanu, uyto 11 u3 14 MmopdoTunos paznu-
yumbl nipu SL menee 10 cM. BmecTe ¢ Tem, mo3xe,
MPEMJIOXUB UACHTU(PUKALIMOHHBIN KJIIOY JJIsl Orpe-
IeJeHnsT TaHCKUX MopdoTunoB, Harenbkepke u
Cuo66unr (Nagelkerke, Sibbing, 2000) HacTOsITENEHO
PEKOMEHIYIOT UCTIOJIb30BaTh €0 TOJILKO IJIsT 0CO0eii
CTaHIApTHOM mnHoM 6onbiie 15 cM. Tak niam nHayge,
HECMOTpsI Ha pacXOoXAeHHE MHEHMU O HaIeXHOM
IJIMHE UASHTU(MUKALNN, HET COMHEHUI B TOM, 4TO
XapaKTepHbIC IIPU3HAKM TAHCKUX MOP(OTUIIOB IIPO-
SIBJISIIOTCSL TI0 MEpe YBEJIWYeHMs OOIIMX pa3MepoB
pBIO. DTO IaeT OCHOBAHUS IPEANOJOXUTh, UTO He-
JIaBHO BBISIBJICHHBIEC IJIaBHBIE BEKTOPHI M3MEHUYMBO-
CTHU ycaueil reHepaln3oBaHHOi (popMbl (MUPOHOB-
ckuit, 2020, 20216) MOTyT OBITh HE OTMHAKOBLIMU B
pa3HBIX pa3MepPHBIX TPYIIIaXx.

CkazaHHOE OIpENeNIMIO IIeJIb HACTOSIIETO HC-
CJIeIOBAaHUS: CpaBHEHNUE TJIaBHBIX BEKTOPOB M3MEH-
YMBOCTHU B pa3HbIX pa3MEPHBIX IPyMIIax ycayeil reHe-
pam3oBaHHOM (opMHI B 03. TaHa, B KayecTBe pabo-
yeli rurnoTte3bl paccMarpuBas pyoex SL = 15 cwm,
npemioxeHHbIid Harenbkepke n CuoouHrom (2000).

MATEPUAJIBI 1 METO/1bl

Martepuan cobpat B 03. Tana B 1992—2010 rr. Pb16
OTJIAaBJIMBAJIM HAKMIHBIMU U >Ka0epHbIMHU (s19est 0.5—
8.0 cM) ceTsaMu, Opayi U3 YJIOBOB MECTHBIX PhIOAKOB.
Bcero paccmarpuBaroTest 172 ocodbu reHepain30BaH-
HoOiT popMbI cTaHmapTHOI mmmHOoi oT 10 mo 35 cMm. B
pacuerax pbIO IEJIMIA Ha pa3MepHBIE TPYIIIbI “MeJ-
kux” SL 10—15 cm (30 ocobeit) u “KpymHbIX” 15—35 cM
(142 ocobu). OT™MeTHM, YTO reHepaaIn30BaHHasI pop-

Ma (nanee — GF!) xommekca B. intermedius sensu
Banister (1973) B 03. TaHa onucaHa Kak MOphoTuUm

intermedius? (Nagelkerke et al., 1994; Muna u ap.,

I GF - abbpeBuarypa oT aHIII. “generalized form” — reHepanu-
30BaHHasI (popma.

2 JTatunckoe “intermedius”, Kak 1 onpeseyieHue “reHepajn30BaH-
Hasi”, yKa3bIBaeT Ha 0000IIeHHOCTh 00/mKa ocobdeit GF — mpo-
MEXYTOUHOIO, WJIM YCPEIHEHHOTO MEXIY APYIMMM TaHCKUMM
MopdoTunamu. B KauyecTBe OTHOrO M3 TUArHOCTUYECKUX TPH-
3HakoB MopdoTuma intermedius Hareiabkepke ¢ coaBTOpaMm
(Nagelkerke et al., 1994. P. 3) ykaswmiBatot: “No extreme charac-
ters”, T.e., OTCYTCTBHME 3KCTPEMaJbHBIX NPU3HAKOB, IO “3KC-
TpeMaJIbHbIMU” TIOHMMast AIMarHOCTUYECKHE TTPU3HAKHU CITCLIM -
aTM3MPOBAHHBIX MOPGhOTHUIIOB 03€epa.

OHTOI'EHE3 TtoMm 54 Ne2 2023
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Pmx

Puc. 2. CxeMa mpoMepoB ueperia ycaueit Komriekca B. intermedius. TlapameTpsl oceBoro yepena: BL — 6a3anbHast JUIMHA Ye-
pena; By, B,, By — paccTosiHUe MeXy BHELITHUMU KpasiMU COOTBETCTBEHHO frontalia, pterotica u sphenotica; B4 — mmpuHa de-
pella Ha ypoBHe coequHeHus frontale u pteroticum, HS; u HS, — BbicoTa uepena Ha ypoBHE COOTBETCTBEHHO U3rubda parasphe-
noideum u 3amHero kpas parasphenoideum. [TapameTpsl BucliepasibHOTO Yeperna: Hm — Beicota hyomandibulare, Pop — nimuHa
praeoperculum, Op — BbIcoTa IepenHeit yactu operculum, /op — niuHa interoperculum, Pmx, Mx v De — nmyimHa praemaxillare,

maxillare 1 dentale COOTBETCTBEHHO.

2016). IlpuHamIeXXHOCTh HMCCAEAYEMBIX OcCobeil K
JTaHHOMY MOP(OTUITY OIIPEACSIISIIIN 110 AUATHO3Y B pa-
oore Harenbkepke ¢ coaBropamu (Nagelkerke et al.,
1994).

B noJsieBBIX yCIOBUSIX TOJIOBBI PHIO (PUKCHUPOBAIIN
MOBapeHHOM COJIbIO IJIsI KaMepaJibHO 00paboOTKU.
IMocme mpenapupoBaHUSI W WM3TOTOBJIECHUSI CYyXUX
OCTEOJIOTMYECKMX TpenapaTroB maMepsuid 14 mapa-
METPOB, XapaKTEePU3YIOIINX MPOITOPLUU OCEBOr0 U
BHUCLIEpaIbHOTO uepemna (puc. 2). MccienoBaHus mo-
Ka3bIBaIOT, UTO, O0JIagasi BBICOKOM pa3pellaroliei
CITOCOOHOCTBIO M XOPOIIEell BOCHPOU3BOINMOCTbIO
PEe3YJIBTaTOB U3MEPEHUI KaK OMHUM, TaK Y HECKOIbKH -
MM oriepaTopaMu, JaHHBII HA0OP MPU3HAKOB ITO3BOJISI-
€T YBEpPEHHO OILICHMBaThb (DeHETHMYECKUE OTHOIICHUS
pasHbBIX (DOPM ycadeil, paBHO KaK 1 phIO IPYTUX CUCTeE-
matudyeckux rpymnmn Cyprinidae (Mina et al., 1993,
1996, 1998; Muponosckuii, 2006; drebyanse u ap.,
2020; Koxapa u ap., 2020).

Cratuctudeckasi 06paboTKa JaHHBIX BBHITIOJTHEHA
cpencrBamu nakeroB NTSYS 2.02k u Statistica 6. B
pacueTax KMCHOJIb30BaHbI MHACKCHI, IIPEICTaBIISIO-
e coboif OTHOIIEHUs] aOCONIOTHBLIX 3HAYEeHWt
MMpoMepoB K OasaibHOM ainuHe yepena (BL). [lanee,
YIIOMMHAs TOT WX UHOM IIPU3HAK, MBI OyJIeM UMETh
B BUIY €TO MHOEKC, a He caM ImpoMep. 3HAUSHUS UH-

OHTOTI'EHE3 Ne 2
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JIEKCOB ITpeoOpa30oBBIBAIN B HATYpaJbHEIC JJorapud-
MBI TSI HOpMau3aluu pacipeneyieHuii. B ananuse
m1aBHBIX KOMITOHEHT (AI'K) coOCTBEeHHBIE BEKTOPBI
CUMTAaIX IO KOPPEIILMOHHO MaTpUIIE; IJINHY BEK-
TOpa IIpUHUMAaJIH paBHOM 1. B otmmume ot pador, rue
AT'K ucnonp3yioT mjIsd YMEHbBIIEHUS YMCJIa IIepeMeH-
HBIX C MOCJIEIYIOIINM aHaJIM30M pacipedcieHUsT TO-
4eK-00BEKTOB B IBYX- UM TPEXMEPHOM ITPOCTPAHCTBE
nepBbix 'K, HacTosiiee rccienoBaHUe OCHOBAaHO Ha
aHaM3e coOCTBeHHBIX BeKTOopoB (CB) Koppensiu-
OHHBIX MaTpUll, KOTOPbIE XapaKTEPU3YIOT IJIaBHBIE
HaripaBJICHUA JUCIICPCUUN OOBEKTOB aHaJIN3NPYECMBbIX
MHoOxecTB (AHnpees, 1980; HAredyan3e u ap., 2008;
Muponosckunii, 2020, 20216; MuHa, MUpOHOBCKHIA,
2022). ImaBHbIE HaIIpaBJICHUS AMCTIEPCUN PACCMAaTpU-
BalOTCSI KaK IVIaBHBIC HAIIpaBICHUS WM3MEHYMBOCTU
(mmBepcudmrKaly, TMBEPIeHIINI) ycadeil n3ydaeMbIX
COBOKYITHOCTeli. O CXOINCTBE COOCTBEHHBIX BEKTOPOB
CYOWIN, aHAIM3Upys Ipadukm pacnpeneneHusT dak-
TOPHBIX HArpy30K paccMaTpuBaeMbIX MapaMeTpoB, a
TaK>Ke BBIUMCIISIST KO3 (MUIIMEHTHI pAHTOBOI KOppesi-
uuu CriupMeHa (rg) v TMHeHoM koppensinuu [Tupco-
Ha (r;); CTAaTUCTUYECKYIO 3HAYMMOCTb KOppEeIsiuit
OLIEHMBAJIY CPEACTBAMU ITakeTa Statistica 6. JeHapo-
rpaMMBbI, OTPaKaIOIIre KOPPEJISIINNA MEXIY IIPHU3HA-
KaMM, CTPOMJINCh METOIOM MOJTHOM CBSI3U.
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PE3YJILTATbBI 1 OBCYXKIAEHHWE

I1pu cpaBHEeHUH BEKTOPOB U3BMEHYNBOCTH OCOOET
U3ydaeMbIX COBOKYITHOCTE Ha OCSIX CUCTEMBI Tpsi-
MOYTOJIbHBIX KOOPAMHAT OTKJIaIAbIBAINUCh (aKTop-
HblE Harpy3ku paccMaTpuUBaeMbIX NMEPEMEHHBIX Ha
cootBercTByoine CB (puc. 3). B runoretnuyeckom
cllyyae, Koria HarpaBJieHUsI U3MEHYMBOCTU B Tape
COMOCTABJISIEMbIX COBOKYMHOCTEM IMOJIHOCTHIO COB-
MajaloT, TOYKW, COOTBETCTBYIOIIIME HAarpy3kaM, JIO-
JKaTcs Ha TIPSIMYIO, PACTIONIOKEHHYTO IO YIIIOM 45° K
0OCdIM KOOPAVHAT, KOPPEIALUA MEXIY 3HAYEHUAMU
Harpy3ok Oynet paBHa 1. Touku Ha Takux rpadukax
TeM Jajibllle PacIoJIOKEeHbl OT Hayajda KOOpAWHAT,
4yeM OOJIBIIYI0 OTHOCUTEIbHYIO HAarpy3ky B JaHHOM
HalpaBJI€HUU M3MEHYMBOCTU HECEeT NaHHBIN Mpu-
3HaK. Y Havajia KOOpJAWHAT OKa3bIBalOTCS TOUYKU, CO-
OTBETCTBYIONIIUE TTIEPEMEHHBIM C HAMMEHBIIMMU Ha-
rpy3KaMu.

Ha puc. 3a mpuBengeH rpaduk pacrpelaeaeHus:
(aKTOPHBIX HAarpy30K Ha IepBbIe COOCTBEHHEIE BEK-
Topel mucrnepcun “menkumx”’ (SL = 10—15 cm) u
“kpynHbIx” (SL = 15—35 cm) ocobeii GF o3. Tana.
Kak BumuM, y “kpynHBIX” ocobeil pacmpenciacHHUe
XapaKTepU3yeTCsl OINMO3UIIMell (IPOTUBOCTOSTHUEM)
Harpy3okK IapaMeTpoB OCEBOT0 Ueperna 1 YeJTIOCTHOMI
nyru. Harpysku nepBeix Ha CB1 umelor 3Hak “+”,
Harpy3KH BTOpBIX “—”. K mapaMeTpam oceBOTO 4epe-
a MpUMbIKaeT MpU3HaK TMOUIHOM nyru Hm, K riapa-
MeTpaM YeJIIOCTHOM IyTr — OAWH 13 ITapaMeTPOB XKa-
OepHoii Kpbiku fop. I1o aOCOMIOTHBIM 3HAYEHUSIM
(6e3 yueTa 3HaKa) (paKTOpHBIE HATPy3KU YEPEITHBIX U
YeJIIOCTHBIX IMPHU3HAKOB IIPUMEPHO PaBHBI, U3 YErO
cJIenyeT, YTO IIPUMEPHO PaBHbI MX BKJIAbl B TaHHBIA
BEKTOp U3MEHUYMBOCTHU. Y “MeJIKIX” ocobeit pacmpe-
JIeJIecHUEe WHOE, 30eCh OIMO3UIIMM 3HAKOB HET, Ha-
rpy3Kn Bcex mapameTpoB Ha CB1 mOMOXUTENBHBI.
I1pu 3ToM, eciin y “KpynHBIX” 0co0O€il Harpy3Ku mna-
paMeTpoB KabepHoit Kpbiku Op u Pop 61m3ku K 0,
TO Y MEJIKHUX OHM Ha ypPOBHE HArpy30K OCTaJIbHBIX
npusHakoB. [ToJTHoe OTCYTCTBHME CXOICTBA B pacmpe-
JIeneHU (aKTOPHBIX HAarpy30K B COIIOCTaBIISIEMBIX
BEKTOpax oOTpaxaioT crpemsinuecs K 0 3HaYeHUS
Koppessiuii. Takum obpa3oM, cielaHHOE BO BBEAE-
HUM TIPEIIOJIOKEHNE, YTO U3MEHUYNBOCTD “MeNKUX’ 1
“KpYITHBIX” 0co0eif MOXKET MITH MO-pa3sHOMY, COOT-
BETCTBYET NE€HACTBUTEILHOCTU: OCHOBHOII BEKTOpP W3-
MEHUYMBOCTH ycadei mmmHoi MeHblle 15 cMm (SL < 15) u
OCHOBHOI1 BEKTOp M3MEHUYMBOCTU Yycadeil OJIUHOM
oousbiie 15 cM (SL > 15) — 310, HECOMHEHHO, pa3HbIe
BEKTODEL.

ITpoBepuM, MEHSIOTCS JIY TJIaBHbIE BEKTOPBI TUC-
nepcum ocodeii SL > 15 cM o Mepe UxX JaTbHEHUIIIEro
pocrta, uiu rmociie SL ~ 15 cM oHM (IJIaBHBIE BEKTOPHI
nucnepcun) HeusMeHHb1? J11s1 aToro cpaBHuM CBI1
ocobeit SL =15—20 cmu CB1 ocobeit SL =20—35cMm
(puc. 36). CxoncTBo pacnpenenaeHus (pakKTOpHBIX Ha-
IPY30K Mo 06erum ocsiM (X 1 Y), B coueTaHUM C BbICO-
KMMM CTaTUCTUYECKU 3HAYMMbIMU KOPPESLUSIMU

HE OCTaBJIIeT COMHEHHUII B TOM, YTO MEXOYy COOOI
CpaBHUBAIOTCS HE pa3Hble BEKTOPHI, HO pa3HbIE pea-
JI3allMM OJHOTO U TOTO K€ BeKTopa. Takum oOpa-
30M, I10 JOCTVKEHUHU IUIMHBI 15 CM INIaBHBIIA BEKTOP
IUCIIEPCUU OCTaeTcss Hen3MeHHbIM. HekoTopast pas3-
HUlla Mexny cpaBHUBaeMbiMu CB1 3akitouaeTrcst B
JIoJie OOIIECH MUCIIEPCUM, OTPaKaeMOM KaXKIbIM W3
HUx. Y ocooeii SL = 15—20 cMm oHa paBHa 28 %, y oco-
oeit SL =20—35 cm yBennuuBaercs 10 32%. W13 saToro
cJIeIyeT, YTO IO Mepe POCTa pbIO POIb JAHHOTO BEK-
TOpa B UX U3BMEHYMBOCTU YBEJIUINBACTCS.

CpaBHeHMe COOCTBEHHBIX BEKTOPOB Pa3HOTO paHTa:
CB2 oco6eit SL = 10—15 cm u CB1 ocobeii SL = 15—35
(puc. 3B) ToKa3bIBaeT, YTO U B 3TOM cCJiyyae UMeeT
MECTO MPOTHUBOCTOSIHUE 3HAKOB (PaKTOPHBIX HATPY-
30K MapaMeTpoB HelpokpaHuyMma (3HaK “+”) u ye-
JIIOCTHOM IyTH (3HAK “—”) B COYETaHUU C BBICOKUMU
JIOCTOBEPHBIMU KOPPEJSILUSIMU MEXIy CpaBHUBae-
MBbIMU TapaMeTpamMu. DTO IaeT OCHOBAHUS yTBEp-
KIaTh, YTO U 3[eCh MEXIY COOOIl COMOCTaBISIIOTCS
pa3Hble peaJn3aluy OMHOTO BeKTopa. ¥ “KpynmHBIX”
0oco0eii 3TOT BEKTOp OINPEAEsieT OCHOBHYIO JIOJIO
usmeHunBoctu (CB1), Torna kak y “menkux” ocobeit
ero poJib BropocrerieHHa (CB2).

Kirou K mToHMMaHWI0 TPUPOALI U3BMEHUMBOCTH,
oowscusiemoit CB1 “menkmnx” ocobeit m CB1 “kpym-
HBIX” ocobeit GF 03. TaHa, Kak npencraBiasieTcs, 1a-
€T CPaBHUTEJIbHBIN aHaJIU3 IeHAPOrpaMM, OTpaKaro-
IIUX KOPPEISILMOHHbBIE CBA3UM MEXIY IMPU3HAKAMU
ycaueil KaXkJI0i U3 3TUX pa3MepHBIX rpynmn (puc. 4).
CTpyKTypa KOPPEISIIMOHHBIX CBsI3eli MNpPU3HAKOB
ocob6eit SL > 15 cm (puc. 4a) moKa3bIBaeT, YTO aHAIU-
3UpyeMbIe ITapaMeTphbl 00pa3yIoT IBa OCHOBHBIX KJla-
cTepa, COCTaB KOTOPBIX MOJHOCTBIO COOTBETCTBYET
OTMEYEeHHOMY BHIIIIEe (pHc. 30) pa3aeeHUIO IIPU3HAKOB
C MOJIOKUTEJIbHBIMU (+) 1 OTpULIaTeIbHBIMU (—) Ha-
rpy3kamu Ha CB1 3Toit pasmepHoii rpymnmbl. Ha
neHaporpamme (puc. 4a) B OMHOM KJIacTepe OO0bemn-
Hwiucs B, B,, B;, B,, HS,, HS,, Hm, Pop v Op. Bro-
poit KyacTep AeHAporpaMMbl 00pa3yroT Tpex Mmapa-
MeTpa YerocTHOM nyru Pmx, Mx, De n napametp lop,
OTpaxkaroUIi IUIMHY MEXKPBIIIIeUHOI KocTu. B uepe-
Tie ycaueil 3Ta KOCTh ITPOTSHYJIach 3a 3yOHOI1, UTO, BU-
MO, OTIpeAeIsieT TECHYIO KOppesuio Mexny De u
lop, paBHO Kak M 0JM30CTb lop K rpymiie Tpex Iapa-
METPOB YeIIOCTHOI yTu o ocu Y Ha puc. 3a, 30, 3B.
Bricokas ctaTMcTU4ecKM 3HauMMasl oTpuliaTeabHast
KOppEJSIus MEXy KlacTepaMu CBUIETEbCTBYET O
TOM, 4YTO YyBeJMYEHHE MapamMeTpoB, BOIIEAIINX B
OJIMH KJIaCTep, COMPOBOXAAETCS YMEHBIIIEHUEM Ma-
pamMeTpoB Ipyroro kjiacrepa. B paccmarpuBaeMom
cllyyae, BTO O3HAyaeT: 4YeM JUIMHHEee YelloCTU
(1 OOJIBIIIE POT), TEM HIKE U YK€ OCEBOI Ueper U Io-
JIOBA B LIEJIOM, UTO XOPOIIIO COOTBETCTBYET pPa3HUIIE
obnuka ocob6eit GF u 607blepoThiX ycaueii crenua-
JIM3UPOBAaHHBIX MopgotunoB o3epa (Mina et al.,
2001). Panee ObL10 OOOCHOBAHO IIPENIIOJIOXKEHUE,
YyTo Takasi Ttomorpacdus ASHAPOTpaMMBbl OTpaxkaeT
KOppEJSILMU MEXIY MpU3HaKaMU MpU U3MEHUYMBO-
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©)
15—20 cm
CB1=28%
0.50
0250 o
Pop
20—-35cm
CB1=32%
—0.50 —0.25
lop I
rs =0.80 p <0.001
r,=0.96 p <0.001
(B)
15—35cMm

CB1=28%

15-35cm
CB1 =28%
0.50 |
0.25
10—15cm
CBI1=33% Op Pop
—0.50 —0.25
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rg=0.06 p >0.05
r,=—0.02 p>0.05
0
0.50
0.25
10—15cm Op Pop
CB2=125%
L |
—0.50 —0.25
lop

r¢=0.75 p < 0.001
r.=0.83 p<0.001

Puc. 3. ConocraBiieHne coocTBeHHBIX BeKTOpOB (CB) KoppeassimoHHBIX MaTPULL MEXKAY IPU3HAKaMM 0cO0eii pa3HBIX pa3Mep-
HBIX Ipynn reHepainudoBaHHoi hopMbl (GF) kommuiekca B. infermedius. (a) — ocb X: CB1 ocob6eit SL = 10—15 cm, och Y: CBI
ocobeit SL =15—35 cm; (6) — ock X: CB1 ocobeit SL =20—35 cM, ock Y: CB1 ocobeit SL = 15—20 cM; (B) — och X: CB2 ocobeit
SL = 10—15 cMm, och Y: CBI oco6eit SL = 15—35 cm. CuMBojilaMu 0003HaYeHBI HAarpy3Ky: @ — IapaMeTpPOB YEIIOCTHOM IyTH
Pmx, Mx, De; A — mapaMeTpoB xXabepHoii Kpelluku Pop, Op n lop; O — mapameTpoB oceBoro uepena By, B,, B3, By, HS|, HS5;

0 — mapaMeTpa ruouaHom ayru Hm.

CTU, HampaBJIEeHHO Ha pa3ae/ieHUE MUILEeBBIX pecyp-
coB (MupoHosckwuii, 2017, 2020, 2021). CiaenyeT 00-
paTUTh BHUMaHUE Ha TO, YTO MPU3HAKU “KPYMHBIX”
oco0eil GOopMUPYIOT KJIacTephbl BHE 3aBUCMMOCTU OT
CBOEIi MPUHANJIEKHOCTA K TOMY WJIM MHOMY OTHETY
yepena (puc. 4a). IlapameTpsl oceBoro ueperna
(B,, By, Bs;, By, HS|, HS,) u BUClIepaJIbHOTO yepena
(Pmx, Mx, De, Iop, Pop, Op u Hm) B pa3HbIe K1acTe-
pBI He o6ocooisTIoTes. ITapameTp skadepHOIT KPBITII-
K1 lop HAaXOIUTCS B KJIAaCTEPE YETIOCTHOM TyTH, TOLIa
KaKk JBa Jpyrue IapaMeTpa >KaOepHON KpPBILIKHU
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(Pop u Op) — B OMTHOM KJIacTepe C ITapamMeTpaMu oce-
BOTroO yepena. Tyaa e monagaeT mapaMeTp TMOUIHON
nyru Hm. I1lapameTp oceBoro uepena B, 00bequHsSIET-
¢ B kiactep ¢ Pop, Op u Hm. Bce 310 cBUIETEIb-
CTBYET O TOM, UTO y ocobeit SL > 15 cM Koppengnnn
MEXIy U3MEHEHUEM CTPYKTYP OAHOTO U TOTO XK€ OT-
JieJia yeperna 4acTo OKa3bIBalOTCs MEHbIIE KOppeJisi-
U MeXAy U3MEHEHUEM CTPYKTYP Pa3HBIX OTIEIOB
yepera.

B rpynme oco6eii SL < 15 cM cTpyKTypa Koppesi-
nuit nHas (puc. 40). Ha mepBoM ypoBHE BETBICHUS
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(a)

Ocobu GF SL > 15cMm

MUPOHOBCKHM

lop

—1.00 —0.50

(0)

Ocobu GF SL<15cmMm

0.50 1.00

—1.00 —0.50

0.50 1.00

Puc. 4. JleHaporpaMMbl KOppeJSILIMI MEXIy pacCMaTprBaeMbIMU MPU3HAKAMU M3y4aeMbIX COBOKYITHOCTE! reHepaJiM30BaH-
HBIX 0co0eit koMruieKca B. intermedius. (a) KOppesIIIUM MEeXIy TpU3HaKaMu ocobeit SL > 15 cm; (6) Koppeasiiu MeX Iy TTpr-
3HakaMu ocobeii SL < 15 cm. [Tapamerpsl oceBoro yepena: By, B,, Bz, By, HS|, HS, (0); mapaMeTpbl BUCLIEPAIBHOTO Yeperna:
yenocTHas ayra — Pmx, Mx, De (®); xxabepHas kpbiiika — Pop, Op, lop (»); ruounnHas nyra — Hm (O).

JIEHIPOrpaMMEbl ITapaMeTphl OCEBOI0 Yeperna 1 napa-
METPbI BUCLIEPATBHOTO Yeperna pacXoIsiTCsl B pa3HbIe
KJtactephl. Jlamee B pasHbIe KJIACTEPHI PACXOISITCS
napaMeTphl YemocTHou ayru (Pmx, Mx u De) 1 tapa-
MeTpbI xkabepHoii kpuiuku (lop, Pop, Op). Ilapametp
TMOUIHOM nyru Hm mpucoeanHsIeTcs K apaMeTpam
>)KaOepHOI KpBILIKKA TIOCIAe TOTo, KakK IOCIeaHUE
OOBCIMHIINCE MeXny coboitl. Takum oOpa3om, B
rpynmne SL < 15 cM mpm3HaKu, XapaKTepU3YIOIIne
CTPYKTYPbI OHOI'O 1 TOT'O X€ OTAeIa Yeperna, CXOmSITCs
B OIIVH LICJIOCTHBIN KJacTep, T.e. y ocodeit SL < 15 cm
KOPPEJISILIMY MeXIy U3MEHEHVEM CTPYKTYP OIHOIO U
TOTO K€ OTHesIa Yepella TeCHee KOPPEILii MeXIy
M3MEHEHUEM CTPYKTYP Pa3HbIX OTIEJIOB Yeperia. DTo
CBUIETEIBCTBYET O TOM, 4YTO B rpyriaie SL < 15 cm
KOppEeJSlMU ONpenesseT copa3MepHOE pa3BUTHE
CTPYKTYp HAHHOIO OTAEja Yepera Mo Mepe pocTa
ocobu. To ecTb, INIaBHBII (PAKTOP M3MEHYMBOCTU B

STOI IpyIIIe — 3TO CONPSIKEHHOCTb U3MEHEHUS TPO-
MOPLMIA Yepera B IPOLIECCE OHTOreHE3a.

SAKJIFOYEHUE

[TonyyeHHBIe pe3yJIbTaThl JAIOT OCHOBAHUS YTBEP-
KIaTh, YTO CTaHAApPTHas IJIMHA 15 cM IeficTBUTEILHO
SIBJISIETCSI TPAHMIICH MEXITy CTagysIMU ITOCTHATAJILHOTO
OHTOIeHe3a, XapaKTePU3yIOIINMUCSI pa3HbBIMU BEK-
TOpaMU M3MEHYMBOCTU. BaxkHO mMoOmYepKHYTh, 4YTO
BEKTOP, OIIpeAeisieMblii ONMO3ULIMeii Harpy30K ma-
paMeTpOB YEIIOCTHOI IyTM U OCEBOTO Yyeperna, IpH-
CYTCTBYeT M B M3MEHYMBOCTU ocobeit SL < 15 cm
(puc. 3B). M ecim mpenmnojoKeHue O CBSI3U 3TOTrO
BEKTOpa C IIpolieccaMi pa3aeIeHUs ITUIIEBBIX pecyp-
COB CIIpaBEIMBO, TAKOBbIE ITPOLIECCHI UMEIOT MECTO
1y MeJKux ocobeit. Ho 3mech 31 mpomecchl B U3-
MEHYMBOCTHA He OCHOBHBIE, OHI — BTOPOCTEIICHHBIE,

OHTOI'EHE3 TtoMm 54 Ne2 2023
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O YeM CBUJIETEJIbCTBYET BTOPOI MO 3HAYEHUIO paHT
maaHoro BekTtopa — CB2. Ycunenue ponm maHHOTO
BekTopa A0 paHra CB1 mo goctizkeHun SL 15 cM, Bu-
JIUMO, OOBSICHSIETCSI TeM, UYTO MPU TaKou JJIMHE 0COOU
CTaHOBSTCS CITOCOOHBIMHM TIOeIaTh ceOe ITTOIOOHBIX,
pe3Ko MHTeHcUdULMPYs xulliHudecTBo. Crenyer Tak-
K€ OTMETUTD, UTO, HAPSILy C pa3rpaHUYeHUEM ITArOB
OHTOTeHEe3a U aHAIM30M 0COOEHHOCTE pa3BUTUS Ha
KaXkIOM M3 HMX, MOIXOI, OCHOBAHHBII Ha CpaBHEHUM
co0cTBeHHBIX BeKTopoB (CB), ¢ ycrmexoM NCIIOIb3yeTCst
U 17151 U3yYEHUs] PBOJTIOLIMOHHBIX aCMIEKTOB U3MEHY M-
BOCTHU. Tak, conmocTaBjieHHe COOTBETCTBYIOIINX BEK-
topoB aucnepcun (CB1) nmoka3zaio, 4To nuBepcudm-
Kallys TeHepaJIM30BaHHBLIX ocobeii B 03. TaHa, au-
Bepcudukalmsa ocodeit 14 TaHcKUX MOPGHOTUIIOB U
ocobeii 4 ajonaTpruyecKrx BUIOB ycayeil peK u 03ep
Dduonuu — 3TO MocaenoBaTe/ibHble 3Tanbl OTHOTO
npoliecca, U AUBEepreHIns] CUMIATpUIeCKUX MOpdo-
TUIIOB, a 3aTeM — aJIJIONaTPUUECKUX BUAOB UET B Ha-
TpaBJICHNH, 3aJaHHOM JWBepcUHUKaIeil ocobeii re-
HepaiM3oBaHHOU (hopmbl (MupoHoBckuit, 2020). HyThb
MO3Xe aHaJIu3 CTPYKTYPbl KOPPEJSILIUOHHBIX CBSI3EH
COOCTBEHHBIX BEKTOPOB T'€HEPAJIM30BAHHON W psina
PBIOOSITHBIX (DOPM  TTO3BOJIMJ TOJAYYUTh JaHHBIE B
MOJIb3y TUIIOTE3bl, COMIACHO KOTOpOii (heHeTuueckast
repapxusi MOpHOTUTTOB KPYIMHBIX ahpUKAHCKUX yCa-
yeil B 03. TaHa BO3HUKIIA B MpoOLieCcCe HE3aBUCUMBIX
OTBETBJICHUII OHTOT€HETUYECKUX KaHAJIOB CIlelura-
JIM3MPOBAHHBIX (POPM OT KaHaja MopdoTHIIa interme-
dius, To ecTh, reHepaM30BaHHO (hopmbl (MuHa, Mu-
poHoBckmii, 2022). Kpome Toro, mpenBapuTeaIbHbIE
pacyeThl JaloT OCHOBaHUE 110JIaraTh, YTO MEXaHU3MBbI
¢dhopMUpOBaHUST PHIOOSITHBIX Y HEPHIOOSITHBIX TIPE-
CTaBUTEJIEN TAHCKOTO KOMILJIeKca (popM MOTYT pa3-
JINYaTbCsl MEXYy coOO0ii, UTO, OUEBUIHO, OTIPENEIISIET
OIIHO U3 BaXKHbIX HAITPABJIEHUN JAIbHEHAIIINX UCCIIE-
JIOBaHUH C MCITOJIb30BaHUEM OMMCAHHOTO TTOAX0a.

BbIBO1bI

1. B 03. Tana y oco0beii reHepaan3oBaHHOK (op-
MBI KoMmIJiekca Barbus infermedius Ha pa3HBIX CTaau-
SIX OHTOTEHEe3a TOMUHUPYIOT pas3sHbBIe BEKTOPhI W3-
MEHYMBOCTH.

2. Y ocobeii SL < 15 cM 0OCHOBHOi1 BEKTOp U3MEH-
YUBOCTU OIPEICISIET COMNPSIKEHHOE W3MEHEHUE
MOp(doJIOTUYECKUX MPONOPILUI IO Mepe JIMHEHHOTO
pocra.

3. Y ocobeii SL > 15 cM OCHOBHOM BEKTOp U3MEH-
YUBOCTHU, 10 BCEI BEPOSITHOCTH, CBSI3aH C pasielie-
HUEM MUIIEeBbIX PECYPCOB.
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Generalized Form of Barbs of the Barbus (=Labeobarbus) intermedius Complex
in Lake Tana: Vectors of Morphological Variability at Different Stages
of Postnatal Ontogenesis

A. N. Mironovsky*

Severtsov Institute of Problems of Ecology and Evolution, Russian Academy of Sciences,
Leninsky pr-t. 33, Moscow, 119071 Russia

*e-mail: adissa@mail.ru

Fishes of the Barbus (=Labeobarbus) intermedius complex (Actinopterigii, Cyprinidae), known in Russian-
language literature as Large African Barbs, are widely distributed in Africa water bodies. A special feature of
the morphological diversity of this group of fish is the sympatric coexistence of morpho-ecological forms in
local populations. The most famous example of such coexistence takes place in Lake Tana located in the
north of Ethiopia, where, according to different authors, up to 15 morpho-ecological forms (morphotypes)
live. The diagnostic features of the barbs of Lake Tana morphotypes are clearly manifested upon reaching a
standard length (SL) of about 15 cm. With a shorter length, representatives of most morphotypes are indis-
tinguishable from each other. This suggests that in ontogenesis, the main vectors of morphological variability
of the Tana Lake barbs may be different before and after individuals reach a length of 15 cm. The aim of this
study was to test this assumption. The results obtained confirm that in this population, the standard length
(SL), equal to about 15 cm, delimits two stages of postnatal ontogenesis in the studied group of fish. In indi-
viduals with SL < 15 cm, the main vector of variability is a consequence of changes in morphological propor-
tions as the individual grows. In individuals with SL > 15 cm, the main vector of variability is most likely as-
sociated with the trophic resource partitioning. The original approach used in the study is considered prom-
ising in analyzing the peculiarities of variability at different stages of ontogenesis not only of the studied
group, but also of other systematic groups.

Keywords: generalized form, Barbus (=Labeobarbus) intermedius complex, sympatric speciation, postnatal
ontogenesis, vectors of variability
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N HAITPABJIEHHYIO DHAOTEJINAJIBHYIO JTUPPEPEHIINPOBKY
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CoBpeMeHHbIe UCCIIeIOBaHMSI TUTIOPUTTIOTEHTHBIX cTBOIOBBIX KiieToK (ITCK) uenoBeka ctaBsitT cBoeit 3ana-
yeit monbop yciaoBuii u ¢akKTOPOB POCTa, KOTOPHIE ITO3BOJISIT JIyYIlle UMUTUPOBATh MPEUMILIAHTAILIMOHHOE
pasButue 1 1uddepeHIIMPOBKY 3apOABIIIEBbIX KJIETOK, YTO UMEET BaXXHOE 3HAUYCHUE ISl CO3AaHUs Kle-
TOYHBIX MOJIeJieii 3aboeBanmii. PaHee ObIITO MOKa3aHo, 4yTo B mpucyTcTBUM xeMokmnHa CCL2 IICK ygemo-
BeKa MpUOOPETAOT CBOMCTBA, MPUCYIIIME MPEUMILUIAHTAIMOHHBIM OJacTOMEpaM, a UMEHHO aKTUBUPYIOT
curHaibHbI MyTh JAK-STAT3 u nosbiator ypoBeHb MPHK reHoB rurnokcuyeckoro orseta. OmHaKo
CCL2 npakTudecKy He UCIonb3yeTcs npu KyiabtuBupoBaHuu [1CK demoBeka, a ero meiicTBue omicaHo B
eMHCTBEHHOM MccliefoBaHuU. Mbl npoaokuinu usydyenue pausaust CCL2 Ha ITCK venoBeka u mmokasanu,
YTO 3MOPUOHATBHBIE Y MHAYLIMPOBAHHbIE IUTIOPUTIOTEHTHBIE CTBOJIOBBIE KJIETKM YeJIOBEKa, KYJTbTUBUPOBAH-
Hbie ¢ CCL2, uMeroT NOBBIIIEHHBIN YPOBEHb Oejika Kuciopon3daBucuMbix cyobenuaull HIF1A u HIF2A, He-
00XOAVMBIX IS 3aITyCKa TUITOKCUYECKOTO OTBETA, a TAKKE TOBBIIIEHHBIN YPOBEHb OEIKOB KITIOYEBbIX TPaH-
CKPUITIMOHHBIX (hakTopoB runopurnoreHTHOocTH OCT4, NANOG, KLF4, SOX2 u TFCP2LI1. Kpome ToTO,
npucyrctBue CCL2 IMOMOXUTEIbHO BIMWSIET HAa HAMpaBiIeHHYIO 3HOOTEIHANBbHYIO OuddepeHIIPOBKY,
YCKODSISI CO3peBaHNE MPEAIIeCTBEHHMKOB M YCUJIMBasi aHTMOTEHHBIH MoTeHIra 1uddepeHIIMPOBaHHBIX

IIPOU3BOJIHBIX.

Knroueesnie cro6a: TUIIOPUIIOTEHTHBIE CTBOJIOBEIE KJIeTKM, XeMOKMH CCL2, runmokcnyecKuii OTBET, HaIIpaB-

JIeHHas 3HAOoTeralbHas nuddepeHIInpoOBKa

DOI: 10.31857/S0475145023020052, EDN: XFKLPE

BBEJEHUWE

AKTyaJbHBIM HaIlpaBJIieHUEM WCCEIOBAaHUN KYJIb-
TUBHMPYEMBIX TLUTIOPUITIOTEHTHBIX CTBOJIOBBIX KJIETOK
(ITCK) yenoBeka, K KOTOPbIM OTHOCSIT 9MOPHOHATb-
Hble cTBoJIoBBIe KeTKu (DCK) 1 nHaylmpoBaHHbIe
rwnopurtoreHTHeIe  cTBojioBble Kietku (MITCK),
OCTaeTcsl COBEPIIIEHCTBOBAHUE YCIOBUI MX MOJyde-
HUsl, oaaepXaHus U auddepeHIupoBKU. OObIYHbBIE
suHuu [TCK yenoBeka, nmojrydyaemble v MOAAEPKUBae-
MEbIe 3a cueT ¢akTtopa bFGF, orpaxator 6onee 1mosm-
HIOIO CTaINI0 SMOPUOHAILHOTO Pa3BUTUS, XapaKTep-
HYIO KJIeTKaM TTOCTUMIUIAaHTAllMOHHOTO 3nubjacTa
(Collier, Rugg-Gunn, 2018), 4Tro mmoaTBep>KIeHO TaH-
HBIMU TpaHCKpUNTOMHOTO aHanu3a (Nakamura et al.,
2016). IImOpUNOTEHTHOE COCTOSTHHE 3TUX KIJIETOK
ornpenensieTcs Kak “mpaiMupoBaHHoe”. CMBICHT OI-
TUMU3auK ycjioBuit KyabtuBupoBanus [TCK yeno-
BEKa — TIOJlydeHUE KYJbTYp TUIIOPUIIOTEHTHBIX KJle-
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TOK, COOTBETCTBYIOIINX OOJIce pAaHHUM CTaAUSIM M-
OpUOHAJILHOTO Pa3BUTUSI, a HMEHHO 3IUOJacTy
MpeUMIUIAaHTALIMOHHOM G1actonucTthl. K Tpenmy-
mectBaM Takux [1CK, Ha3BaHHBIX “HaMBHBIMHU’, OT-
HOCSIT MX TIOBBILIEHHYIO XKU3HECTIOCOOHOCTh U KJIO-
HOT€HHOCTb, HU3KHWI YPOBEHb CITOHTAHHOM audde-
PEHIUPOBKU TIPHU KYJIbTUBUPOBAHUU, CITOCOOGHOCTH
0oJiee MOJTHO BOCIIPOU3BOIUTH MPOLIECCHI PAHHETO
pa3BUTHS, a TaKXKe HEOTpaHWYEHHBIN ITOTeHIUA
IJIs1 TIoJlydeHUusT TUuddepeHIMPOBaHHBIX TTPOU3BOI-
HBIX, BKJIIOUasi BO3MOXXHOCTb (DOPMUPOBATH (PYHKIIH-
onanbHEIe TaMeThl (Collier, Rugg-Gunn, 2018).

Hns momyuyenus ITCK gyesoBeka B “HauBHOM” CO-
CTOSTHMM, B TOM YMCJIE U3 IIpaliMUPOBaHBIX KIIETOU-
HBIX JIMHUI, TIpemjiokeH psn nportokonoB (Hanna
etal., 2010; Chan et al., 2013; Gafni et al., 2013;
Takashima et al., 2014; Theunissen et al., 2014; Ware
et al., 2014; Guo et al., 2017). OgHaKo TPyIHO CKa3aTh,
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KaKMe 13 CyIIECTBYIOIIMX ITOAXOIOB MO3BOJISIIOT MOJTY-
yaTh [1CK genmoBeka, MakcMaabHO MTPUOITKEHHBIC
K “HaMBHOMY”~ COCTOSIHUIO, M3-3a HEOOCTAaTOYHOM
M3YYEHHOCTHU 3TOTO BOIIPOCA M OTCYTCTBUS OOIIIe-
NPUHSITBHIX KPUTEPUEB “HAUBHOM~ MJIIOPUIIOTEHTHO-
ctu. [TonbITKY COBEepIIEHCTBOBAHUS ITOIXOA0B K ITO-
nmydgennio “HamBHBEIX” TICK 4demoBeka mponoimKaroTcs
W HaIpaB/JeHbl, INIaBHBIM OOpa3oM, Ha YCUJICHUE
curHanbHoro kackaga JAK-STAT3, aktuBupyeMoro
daktopoMm LIF, u ocnabieHne cCUTHAIBbHBIX ITyTEH,
3amyckaeMbix pakTopoMm bFGF (An et al., 2020; Bi
et al., 2020). Kpome Toro, cumraercsi, 4To CTaHOBJIE-
HUIO U MOAIEPKAHUIO “HAMBHOTO” COCTOSIHMSI TLTIO-
PUIOTEHTHOCTU MOTYT CIIOCOOCTBOBAaTh MOHMXKEH-
Hast KOHLeHTpauus kuciaoponaa (3—5%), B yCI0OBUSIX
KOTOPOI B HOpMe IIPOXOAUT paHHEe pa3BUTHE U 3a-
IMyCKaeTCs CUTHAJIbHBIN KacKad TPaHCKPUIILIMOHHO-
ro ¢pakropa HIF, unnyumnpyemoro runoxkcueit (Dun-
woodie, 2009; Sperber et al., 2015). Tak, moka3aHo,
gyto KynstuBupoBaHue [1CK mipu 5% O, criocobcTByeT
MOIAEPXKAHUIO TUTIOPUIIOTEHTHOCTH, NPEISITCTBYET
CITOHTAaHHOM Iud@EepeHIIMPOBKE, YMEHBIIAET XPO-
MOCOMHEBIe abeppallii, CTAOMJIN3UPYET SIMUTCHETH-
yeckoe coctosinue (Ezashi et al., 2005; Forsyth et al.,
2006; Forristal et al., 2009; Lengner et al., 2010).

JlaHHass paboTa HOCBSIIIEHA MCCIEIOBAaHUIO BIIMSI-
Hus mutokrnHa CCL2 Ha cBOMCTBa IUTIOPUITOTEHTHBIX
KJIETOK YeJIOBeKa M BOBMOXKHOCTU €ro UCITOJIb30BaHUS
B IIPOTOKOJAX HampaBlIeHHON mrddepeHIIMPOBKU B
9HJIOTEeIMaIbHbIe KJeTKU. PaHee ObLIO MpoaeMOH-
ctpupoBaHo, uTo CCL?2 B IUTIOPUITOTEHTHBIX KJIETKaX
MBI, KPBICHI ¥ Y€JI0BEeKa aKTUBUPYET CUTHAJIbHBIA
kackan JAK-STAT3 u MoXeT MCIIONb30BaThCs MPU
kyaptuBupoBanuu IICK Bmecto ¢aktopa LIF
(Hasegawa et al., 2011, 2014). JanHble TpaHCKPHUII-
TOMHOTO aHajiM3a MOKa3bIBAalOT, YTO KYJbTUBUPOBA-
Hue [1CK yenoBeka ¢ CCL2 ycunuBaeT 3KCIpeccuio
T€HOB, CBSI3aHHBIX C IUIIOPUIIOTEHTHBIM COCTOSHU-
€M, U aKTUBUPYET IeHbl, CBSI3aHHbBIE C TUIIOKCUEN,
roBops o ToMm, yto CCL2 MoXeT MHIYLMPOBaTh OT-
BET, ITOJOOHBIIA TOMY, YTO BO3HMKAET B KJIETKAX IIPU
MOHMXXEHHOM KOoHIIeHTpauu Kuciaopoaa (Hasegawa
et al., 2014). DT maHHBIE MO3BOJISIIOT IIPEIIOJIO-
XNTh, 9T0 XeMOKHH CCL2 MOXeT OBITh TIEPCIIEKTUB-
HbIM (akToOpoM IS MOJYy4YeHUSI M TIOAAep>KaHUS
I1CK yenoBeka ¢ 60jiee BHICOKUM CTaTyCOM TLTIOPU-
noteHTHOCTH. OmHako mcciaemoBanne 2014 1., BBI-
SIBUBIIIEE TTOJIOKUTENbHOE BIusHue (pakropa CCL2
Ha IUTIOPUTIOTEHTHOE COCTOSIHUE YeThIpeX HE3aBUCH -
mbix muHuit MTTCK 4gemoBeka, ObIIO M ocTaeTcsd
€IMHCTBEHHBIM. B 3TOI1 paboTe MBI MPOAOJIKIIIN 1C-
cnenoBaHus a3 dexkroB pakTopa CCL2 Ha cBoiicTBa
IUTIOPUITIOTEHTHBIX KJIETOK M BBISICHWIIM, KaK €ro
npuMeHeHue npu KynbruBupoBanuu DCK n UTTCK
yesjoBeKa BIIMSIET Ha KCHPECCUI0 KUCIOPOA3aBUCH-
MBIX CyObeIMHNII] TPaHCKpUILIMOHHOTO (hakTopa HIF
M TE€HOB TUIIOPUIIOTEHTHOCTU Ha ypoBHe Oenka. Ilo-
CKOJIbKY M3BECTHO, YTO KUCIPOA3aBUCUMBIE CYyObeIM-
HUIIBI TpaHCKpUITLIMOHHOTO phakTopa HIF yuacTBy-
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IOT B PETY/ISIINY aHTHOTEeHEe3a U CBOMCTB KJIETOK CO-
cynoB (Skuli et al., 2009; Schodel et al., 2011), B
JTaHHOM MCCJIEAOBAaHUU MBI YIEJIMJIM BHUMaHUE BO-
mpocaMm o ToM, Kak mobasieHue K cpege CCL2 mo-
BIMSET Ha HanpaBieHHYI0O muddepenmpoBky [ICK
YyeJIOBeKa B DHJOTEIUAbHbIE KJIETKM, a TakKXKe Ha
CBOMCTBA ITOJy4eHHBIX SHIOTEINOLIMTOB.

MATEPUAJIBI 1 METO/1bI
Kyavmueuposanue xkaemox

B pabote ncnonb3oBay JUHUIO 3MOPUOHATBHBIX
CTBOJIOBEIX KJIeTOK uenoBeka HUES9, (Homep hPSCreg:
HVRDe009-A) (Cowan et al., 2004) 1 TMHUIO UHAY-
LIMPOBAHHBIX TUIIOPUITOTEHTHBIX CTBOJIOBBIX KJIETOK
yestoBeka K7-4 (Homep hPSCreg: ICGi022-A) (Malak-
hova et al., 2020). IICK KynbTMBHUpOBaIM Ha CJI0O€
MUTOTHUYECKU MHAKTUBUPOBAHHBIX SMOPUOHATBHBIX
¢ubpobaacTtoB Meim B cpene KnockOut DMEM
(Thermo Fisher Scientific), cogepxameii 15% 3ame-
Hutens ceiBopoTkn KnockOut SR (Thermo Fisher
Scientific), 1% pacTBopa 3aMEHUMBIX aMUHOKUCIIOT
NEAA, 0.25 MM 2-mepkarnTosTaHona, 1 MM mmorta-
muHa GlutaMax (Bce — Thermo Fisher Scientific),
200 mxr/mn npumonHa (InvivoGen) u 10 ur/miu bFGF
(Sci-store). K cpene mobasmsiin CCL2 (Biolegend) B
KoHueHTpauuu 10 Hr/mi. 1 nepecaaku KOJOHUU
TUTIOPUIIOTEHTHBIX KJIETOK (hepMEeHTAaTUBHO IUCCO-
muupoBanu ¢ nomouibio TrypLE (Thermo Fisher Sci-
entific) u paccaxkuBanu B cootHoleHuu 1 : 10 ¢ mo6aB-
nenveM 10 MM uHrubutopa knHasel Rho Y-27632
(Tocris Bioscience). KieTku KyabTMBUPOBAIU NPHU
37°C B atmocdepe 5% CO,. CnioHtanHyw nudde-
peHuuposky I[TCK npoBoauau metonom (popMupo-
BaHUS 9MOPUOMIHBIX TeJel] 10 paHee ONUCAHHOMY
npotokoJy (Zakharova et al., 2022).

Hanpaenennas ouggpepenyuposxa IICK
6 IHOOMeNUANbHbIE KAeMKU, MACHUMHbBLI COPMUHE
U KyAbmusuposanue SH0omenust

Hanpasnennyio nnddepenunponky IICK B 3H-
MOTEIVOIMUTHI TIPOBOAWIN MO paHee OITyOJIMKOBaH-
HOMY IIpoTokoay ¢ momudpukanusmu (Gu, 2018).
Hnas storo IICK mepecaxuBain Ha MOBEPXHOCTD,
obpaboranHyio MarpureneM (Corning), Tak, YTOOBI
yepe3 CYTKM KOHMITIOEHTHOCTh KJIETOK COCTaBIIsIIa
60—70%. Ha caenyrommit neds cpeny mist I1CK 3a-
MEHSUTU cpemoii mist nuddepeHIMPOBKI B Me301eP-
MaJIbHOM HampaBJIeHUM, comepxkamieit cpeny RPMI
1640, no6aBky B27 6e3 uncynuna, 6 MM CHIR99021
(Bce — Thermo Fisher Scientific), 200 Mxr/Mi mipu-
moumHa (InvivoGen), u ocTaBisin KJIETKU Ha JBOE
cytok nipu 37°C B atmMocepe 5% CO,. Ha tpetuii
JIeHb auddepeHIMpyolIecs KISTKU TepeBOIUIN
Ha cpeny EGM-2 (Lonza) mj1st pocTa 3HAOTEJINSI C 10~
6asiaenuem 50 or/ma VEGF, 25 ur/mn bFGF (Bce —
Sci-store), 10 MM SB431542 (Stem cell technolo-
gies). B manbHeiimeM Ha mpoTsokeHnu eme 10 mHeit
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Taomua 1. [TocnenoBaTebHOCTH TIpaiiMepoB B peakuusx nmojaykoandectBeHHoro I[P B pexkume peaqbHOro BpeMeHU

I'en ITocnenoBaTeIbHOCTh OJIUTOHYKJICOTUAOB, 5' — 3' JlanHa aMITJIMKOHA, IT.H.
ACTB AGGCACCAGGGCGTGAT 308
GATAGCACAGCCTGGATAGCA
BOM CACCCCCACTGAAAAAGATG 167
ATATTAAAAAGCAAGCAAGCAGAA
TFRC GTCGCTGGTCAGTTCGTGATT 20
AGCAGTTGGCTGTTGTACCTCTC
HIF-1a TGCAACATGGAAGGTATTGC 118
TTCACAAATCAGCACCAAGC
HIF-2 TGCTACGCCACCAGTACCA
“ CAGTTCGGGCAGCAGGTAGG
GATTGGCTCCTTCTCTGTGG
GLUTI TCAAAGGACTTGCCCAGTTT 129
CAATGCTCCTGAGAAGATCATAA
GLUT3 AAAGCGGTTGACGAAGAGT 172
ACCTTCCATGTGAAGCAGCAA
BRACHYURY CTCCACAGTTGGGTTCATCTGTAA 258

KyJIbTypaM eXelTHEBHO MPOBOAWIM CMEHY MOJIOBUHBI
SHAOTeNUaIbHON cpenbl. [Tpu rcnonb30BaHUM B MIPO-
Tokone nuddepeHpoBku xemokrnHa CCL2 (Bioleg-
end), ero KoHIeHTpalMsi B cpemax cocTraBistia 10
Hr/mi. O0oramieHue CyMMapHOM KyJIBTYphI IIOCTIE
InddepeHIMPOBKY BSHAOTEIUATBHBIMU  KJIETKaMU
MPOBOJIUIN METOAOM MarHUTHOTO COPTUHTA C MM-
nonb3oBanueM aHtutesl K CD31 (Miltenyi Biotec),
BBICEBAJIU HA KYJbTYPaJIbHYIO [TOBEPXHOCTD, TOKPbI-
TYIO YeJIOBeYeCKMM KoJjuiareHoMm 4 tura (Sigma-Al-
drich) B cpene EGM2 (Lonza) u moMeiiany B MUHKY-
6aTop tipu 5% CO, u 37°C.

Boioesenue PHK, cunmes k/IHK u I11]P
8 pexcume peanbHO20 8peMeHU

PHK BwIgensiin u3 KJIETOK ¢ TOMOIIIBIO peaKTUBa
TRIzol (Thermo Fisher Scientific) mo uHcTpyKumnu
npousBoauTtelsi. Konnenrpanuo PHK B mpenapare
M3MEPSUTA C TIOMOIIIBIO crieKTpodoTtoMerpa Nano-
Drop. Cuntes k/IHK npoBoauiu ¢ UCMOJIb30BaHUEM
Habopa SuperScript 111 First-Strand Synthesis System
(Thermo Fisher Scientific), Ha omHy peakiiuio oopaT-
HOM TPaHCKPUITIWU UCHOIb30BaIN 1 MKT TOTaJIbHOM
PHK. B xadectBe oTpHIIaTEILHOTO KOHTPOJIST MC-
MOJIb30BaAIM PEAKIIMOHHYIO CMeCh Oe3 peBepTasbl.

Peaxkuyu TILIP B pexume peaqbHOTO BpeMEHU
npooawiu ¢ ITIIP-cmecsio buoMacrep HS-qPCR
SYBR Blue (brnoiabMMKC) mo MHCTPYKIIMU TTPOU3BO-
nurenst Ha mpubope LightCycler480 (Roche), mporpam-
ma 480 SWI1.5.1. Kaxnaprii odpazel] aHAIM3UPOBaI B
Tpex OMOJIOTUYECKUX U TPEX TEXHUYECKUX TTOBTOPHO-
crax. ITocnenoBareibHOCTY MpaiiMepoB MPUBEIESHbI
B Tab1. 1. B kauecTBe pedpepeHCHBIX T€HOB ObLIN BbI-

opanbl ACTB, B2M v TFRC. I1oykonn4ecTBEHHBIA
aHaJIn3 Pe3yJabTaTOB MPOBOIMIIM, MCITOIB3YysI 0000-
meHHbIN MeTon AACt ¢ yueTtoM 3¢p(HEKTUBHOCTU pe-
aKIIMM, PACCUMTAHHOI 110 pe3yjbTaTaM IIOCTPOCHUSI
KaJMOpOBOYHOI KPUBOI 110 MATH TOYKaM (pas3Bene-
HMsI MaTpULBI ¢ I1aroM B rTh pa3) (Hellemans et al.,
2008).

beakoeviii ummynobaom

BenKkoBbIii 3KCTPAKT roToBUau u3 103 KiIeToK B
oydepe RIPA (Sigma-Aldrich). 8§ MKr 06emkoBoOro
9KCTpaKTa U151 KaXKI0ro o0pasia pa3nesijivi ¢ TOMO-
mpio 10% SDS-PAGE c ncrnons3oBaHUEM CUCTEMBI
BIORAD Mini-Protein Electrophoresis Tetra System
(Bio-Rad). benku nnepeHocunu Ha PVDF memOpany
(Bio-Rad) ¢ ucmonb3oBaHMEM CHUCTEMBI BIIAXKHOTO
nepeHoca Mini Trans-Blot (Bio-Rad). MemOpany
JIeJINJIV Ha IBE YacTU, pyKOBOACTBYSICh peaoKpaIlie-
HbIM O€JIKOBBIM MapKepOM MOJIEKYJISIPHOTO Beca.
OnHy YyacTb MeMOpaHbl MCTIOJIb30BaIU ISl TIPELU-
MUATALMU C UCCIIEAYEeMBIM OCJIKOM, IPYTyIO — ¢ pede-
peHcHBIM 0enkoM ACTB nian SMCI. [nsa netekumnu
KCIOJIb30BAJIM KOHBIOTMPOBAHHBIE C TTIEPOKCUIA30H
XpeHa BTOpUYHbIe aHTuTea K IgG Kposmka Win Mbl-
. CrucoK MepBUYHbBIX U BTOPUYHBIX aHTUTEN U UX
pas3BenecHNS MpUBEACHBI B Ta0. 2. JleTeKIio XxeMu-
JIIOMUHECIIEHTHOTO CUTHAaJla OCYILIECTBJISIIN Ha0o-
poM Bio-Rad Clarity Max Western ECL Substrate (13
pacuera 30 MKJI pabouero pactsopa Ha 1 cm? Mmembpa-
HbI) Ha pubope Bio-Rad ChemiDoc MP. Jlencuro-
METPUYECKUI aHaJu3 AJI1 U3MEPEHUs pa3aiuuuii B
YPOBHSIX OEJIKOB OB BBITIOJHEH C MCMOJb30BaHUEM
nporpamMmbl ImagelJ (https://ij.imjoy.io/). I1o pe3ynbra-
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Tabomuua 2. AHTUTENA, UCTTOIb3yeMble TP UMMYHOOJIOTTUHTE U UMMYHOMDIYOpeCIIeHTHOM OKpallluBaHUU

AHTUTEHBI I1pousBoourenb KaT;g;f;HH W3otun PazBenenue
OCT4 Santa-Cruz SC-5279 TMonuxnonaneHbie IgG Kponuka 1/1000
NANOG Reprocell RCABO004P-F |IlomukionansHbie IgG Kkponuka 1/500
KLF4 Abcam Ab104846 MonoxnoHanbHble IgG 1 MbILIT 1/1000
SOX2 Cell Signaling 3579S [MonuknoHanbHbIe IgG Kpoauka 1/1000
TFCP2L1 MERK HPA029708 IonuxionaneHbie IgG Kponuka 1/1000
STAT3 Cell Signaling 9131 TonuxknonaneHbie IgG Kponuka 1/1000
HIF-1a Sigma Aldrich SAB2703132 Momnoxionanehbie IgG1 kponmka 1/2500
HIF-2a Sigma Aldrich SAB2701992 MonoknoHanbHbIe IgG1 Kponuka 1/2500
SMCl1 Bethyl A300-055A IMonuknonansHeie IgG Kpoauka 1/5000
ACTB Abcam ab228001 IonuxnonaneHbie IgG Kponuka 1/5000
1gG mpimm + Jackson 715-035-150 Iomuxmonanshbie IgG ocna 1/5000
+ mmepokcunasa ImmunoResearch
IgG kponuka + Jackson 711-035-152 [MonuknonaneHeie IgG ocna 1/5000
+ nepokcunasa ImmunoResearch
CD 31 DAKO 14028292 MoHokoHanbHbie IgG 1 MblN 1/200
®dakTop poH Life Technologies A21134 TMonuxknonanbHbie IgG Kponuka 1/200
Bunnebpanna
GFAP DAKO 70334 Iomuxsonanehbie IgG Kponuka 1/1000
CD90 eBioscience 14-0909-82 MonoxknoHanbHble [gG1 MblIN 1/100
FOXA2 Santa Cruz Biotechnology | sc-374376 MounoxknoHanbHbIe IgG 1 MBIIIINT 1/100
TUBB3 BioLegend 801201 MomnoxiioHansHbIe 1gG2a Mblim 1/500
aSMA DAKO MO0851 MomnoxiioHansHble 1gG2a MbluT 1/100
AFP MABI1368 R&D MomnoxionansHbie 1gG1 MbIIM 1/200
IgM mbrm + Invitrogen A21043 IMonuknoHanbHbie IgG KO3bI 1/400
+ Alexa 568
IgG kponuka + Invitrogen A110088 [MonuknoHanbHbie IgG KO3BI 1/400
+ Alexa 488

TaM M3MEpPEeHUIA TTOMydaad OTHOIIIEHWEe WHTEHCUBHO-
CTeii CUTHAJIOB HUCCIIeayeMOoro 0ejika K pepepeHCHOMY.
CraTucTiyecKre CpaBHEHUS TTPOBOAMIN C TIOMOIIBIO
0mHO(MAKTOPHOTO AVCIIEPCUOHHOTO aHAJIU3A.

IIpomounas yumomempus
U UMMYHOGAYOpecyeHmHoe OKpauueanue Kaemox

Jist XxapaKTepUCTUKM KJIETOYHBIX KYJIBTYp C I10-
MOIIIBIO IIPOTOYHOM IUTOMETPHUHU IIPOBOMIIN UX I€3-
arperammio 10 OJTHOKJIETOYHOTO cocTostHUsI. Hednk-
CUpOBaHHLIE KJIETKU OKPAIIMBaIN MOAUIOM IIPOITH-
Ius 1 aHeKCcUHOM V, KoHblorupoBaHHBEIM ¢ FITC
(Habop kommaHum Biolegend) mnsa omnpeneneHus
KM3HECIOCOOHOCTH, a TaKKe (JIyOPEeCLIEHTHO Me-
YeHHBIMHM aHTUTEIAMU, XapaKTePU3YIOIIUMU Pa3HbIC
cragun guddeperrpoBki [ICK B sHIOTETMOLIMTHI:
CD31-APC (17-0319-42, eBioscience), VEGFR2-PE
(560494, BD Biosciences) u VE-Cadherin (17-0909-
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42, eBioscience), kak onucaHo paHee (Vaskova et al.,
2015; Zakharova et al., 2017). B kadecTBe HEraTUBHO-
ro KOHTPOJISI UCTIOIB30BaIM HEOKpaIlleHHbIE KJIETKU
U KJIETKW, THKYOHUPOBaHHbIE C QIyOPECLIEHTHO MEUEH-
HBIMUA MMMYHOIJTOOYJIMHAMM MBI, COOTBETCTBYIO-
UMW U3O0TUITY TIPUMEHSIEMBIX MOHOKJIOHAIbHBIX
aHTutes. AHanm3 kietok (104 cobbITHil) MpoBonMIN
Ha ipuoope FACSAria I1I (Becton Dickinson).

IIpu wnMMyHO(DIYOpECIIEHTHOM OKpalInBaHUH
KJIETKU, BhIpalllUBaeMbl€ B KYJIbTYpaJbHBIX TLIAHIIIE-
Tax, pukcrpoBamu 4% dopmanbaerumoM. [1poremy-
pa UMMYHOOKpaIlIMBaHUs onucaHa paHee (Vaskova
et al., 2015; Zakharova et al., 2017, 2022). Mcrionb3o-
BaHHBIE aHTUTEA, X IIPOMU3BOAUTEIIN, BUTOBOE IIPO-
WCXOXISCHWE U pa3BelAcHUS NepeuyrcyieHbl B TaOJI. 2.
IIpenapaThl aHATU3UPOBAIU C TIOMOIIBIO UHBEPTU-
poBaHHOIO (PIyopecleHTHOTO MUKpockomna Nikon
Ti-E u nporpammer Nikon AR.
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DYyHKYUOHANbHAS XAPAKMEPUCMUKA
IHOOMEAUANbHBIX KAeMOK

®nyopeclieHTHO MeYeHHYI0 alleTUIMPOBAHHYIO
¢dopMy IunonporenHa HU3Koi 1iotHocT (Thermo
Fisher Scientific) mo6aBisiin K 3HIOTEINAIBHOM cpe-
ne EGM-2 (Lonza) 6e3 CBIBOPOTKM B KOHILIEHTpAllMU
15 MKT/MJI 1 THKYOMpPOBaIu KJIETKU B TeueHue 24 4.
CnocoOHOCTh 3HAOTEIMOLMTOB nomomarse acLDL
aHAJIM3UPOBAJIM C TOMOIIbIO WHBEPTUPOBAHHOTO
dayopecueHTHoro mukpockomna Nikon Ti-E.

IIpu TecTupoBaHWM AHTMOTE€HHOTO MOTEHIIMAasa
CYCIIE€H3UIO 3HAOTENUAJIBHBIX KJIETOK B KOJUYECTBE
2 X 10° B cpene EGM-2 (Lonza) HAHOCWIN Ha CJIOM
u3 200 mxa matpureis (Corning), peaBapUTEIbHO
pasBeneHHoro 1 : 1 co cpenoit EGM-2 u nonumepu-
30BaHHOTO B TeueHue 15 muH 1ipu 37°C B JIyHKE TJ10-
mianbio 1 cm?. PaBHOMEPHO pacpeessuin CyCIIEH3UI0
KJIETOK IO MOBEPXHOCTHM U TIOMEIIJId B WHKYOATOp
npu 37°C. deTeKuuio KamuiasiporiogoOHbBIX CTPYKTYP
npoBoauian yepe3d 4 4. OleHKa XapaKTEPUCTUK Ka-
MUJIIPOTNOIOOHBIX CTPYKTYP, 00pa30BaHHBIX 9HI0-
TeJIMaJIbHBIMU KJIETKaMU, TIPOBOAUIACH C TIOMOIIIBIO
nporpaMmbl Angiolool (Zudaire et al., 2011).

PE3YJIbTATHI
Bausnue xemoxuna CCL2 na ceoticmea IICK

Panee B enMHCTBEHHOM HCCJIEIOBAHUM BISTHUS
dakTopa CCL2 Ha cBOIicTBA MJIIOPUITOTEHTHBIX KJIe-
TOK 4ejoBeka ObLIO IMOKa3aHO, 4YTO no0aBjeHUe
CCL2 k UTICK yenoBeka MpUBOIUT K MOBBIIIIEHUIO
ypoBHsI MPHK psina reHoB, XxapakTepHBIX IJIST YCIO-
BUii Tunokcuu (KuciaoponHoro rononanus) (Hasega-
wa et al., 2014). MbI IpOIO/DKIIIN 3TO UCCIIeIOBaHIE
U BbIsICHWIM, Kak gooasineHue CCL2 k DCK (nmuHus
HuES9) u UTICK (nmunusa K7-4) yenoBeka BAUSIET Ha
ypoBeHb KwuciiopoazaBucuMbix OenkoB HIFIA u
HIF2A, Bxoggmmx B cOCTaB MyJIbTUCYOBEIMHUYHO-
ro TPaHCKPUIILIMOHHOIO (paKkTopa, MHIYLIMPYEMOIO
runokcueir (HIF). U3Bectno, uro HIFIA u HIF2A
JIeTpaaupyloT B KJIeTKax IpU aTtMochepHOil KOHIIEH-
TpalLuy KUCJIOPO/Ia, HO IPU KOHLIEHTPAIIMK KMUCJIOpoaa
MeHee 10% ux merpamanus mpekpaiiaeTcs, GopMupy-
ercsa ctabunbHbIM (akTop HIF, criocoOHBIN CBSA3BI-
BaThCs C caiiTaMM B IIPOMOTOpaxX TeHOB-MUIIIEHEH,
3arryckas rurokcudeckuii orBeT (Hashimoto, Shiba-
saki, 2015). MbI o6Hapyxuau, yto Kak B ODCK, Tak u
B UIICK uenoBeka, o6padoranHbix CCL2 1 Haxonsi-
IIMXCS TIPU aTMOCGhEPHOM KOHIIEHTPAIINX KHUCIOPO-
na (~21%), TpOUCXOOWUT 3HAYMMOE TIOBBIIICHUE
YPOBHEU 0GEJIKOB KUCJIOPOA3aBUCUMBIX CYOBbEIUHUILL
HIF1A u HIF2A (puc. 1a). CienyeT OTMETUTh, YTO
MPY 3TOM JIOCTOBEpHOE MoBeIllIeHNe ypoBHSI MPHK ¢
noMolubio moaykoaundyectBeHHoro ITIIP B pexume
peaJbHOTO BpEMEHM IETEKTUPYETCS TOIBKO IJIsI TeHa
HIF2A (puc. 16). KpoMe Toro, Mbl yCTaHOBUJIU, YTO
B KJIETKAX C MOBBIIEHHBIM ypoBHeM OenkoB HIFI1A
n HIF2A mpoucxogut mosbiieHne ypoBHst MPHK

TpaHCcTOpTepoB IMoKo3bl GLUT I n GLUT3 (puc. 10),
SIBJISTIOLLIMXCS] MUILIEHBIO TPAHCKPUITLIMOHHOTO (haKTO-
pa HIF. O1o cBUaeTenscTByeT 00 aKTUBAIUW TUTTOKCH-
YeCKOro OTBeTa B IUTFOPUITOTEHTHBIX KJIEeTKaX, B YacT-
HOCTU, 00 YCUJIEHUY TJIMKOJUTUYECKOTO MeTabom3Ma
B I1CK B npucyrctBuu CCL2.

Ml BeIsicHWIN, KaK nooasiaeHue CCL2 BausieT Ha
YPOBEHb O€JIKOB TPAaHCKPUITLIMOHHBIX (paKTOPOB, BO-
BJICYEHHBIX B MOMIEepXKaHue IUTIopUItoTeHTHOCTH. C
TMOMOIIIBIO MTOJTYKOJINYECTBEHHOTO UMMYHOOJOTTUH-
ra Ml noaTBepmwin, uro B IICK, oOpaboraHHBIX
CCL2, pe3ko nmoBbeIIIaeTCs YPOBeHb POCHOPMINPO-
BaHHOU (aKTUBHOI) (OPMBI TPAHCKPUITIIMOHHOTO
dakropa STAT3 (puc. 2), 3a TpaHCAKTUBALIAIO KOTO-
poro orBevaioT kuHasbl JAK1/2. Takuum o6pa3zom, Mbl
ele pa3 IMPOIEeMOHCTPUPOBAIN paHee YCTaHOBJIEH-
HBI (akrt, yTo B npucyrctBuu CCL2 B mumopwuiio-
TEHTHBIX KJIETKaX aKTUBUPYETCSI CUTHAIBHBIN KacKas
JAK-STAT3. Kpome Toro, mojayKoJan4ecTBEeHHBI M-
MYHOOJIOTTUHT IT0Ka3aJl 3HAaYMMOE MOBBIIIEHUE YPOB-
Hs 6enka s pakropoB OCT4, NANOG, TFCP2L1 B
IJTIOPUIIOTEHTHBIX KjeTkKax, oopadoraHHbIx CCL2,
o cpaBHeHuIO ¢ [ICK, KyIbTUBHPYEMBIMH TOJIBKO B
npucyrctBun bFGF (puc. 2). IloBrbillieHre ypOBHSI
oenka KLF4 perucrpupoBajloch TOJBKO B JIMHUU
HIICK, a SOX2 — tonbko B muanu DCK. BepositHo,
stn paznnund B geiictBun CCL2 MoryT OBITE CBSI3a-
HBI C UICXOOHBIM YPOBHEM TPaHCKPUIILIMOHHBIX (DaK-
TOPOB B JIMHUSIX IJIIOPUITIOTEHTHHIX KJIeTOK. Ecim nc-
XOOHBIN YpOBEeHb HM3KMUI — npu mobdasimenun CCL2
HabI0IaeTCsl CTaTUCTUYECKU 3HAUYMMOE ITOBBIIIS-
HUE, €CJIM UCXOOHBIN YPOBEHb OJIM30K K MaKCUMaJlb-
HO BO3MOXHOMY, Tipn KynbtuBupoBanum c¢ CCL2
BKJIIOYAIOTCSl TIOCTTPAHCISILIMOHHBIE MEXaHU3MBbI,
MIPEISITCTBYIONINE PE3KOMY MOBHIIICHUIO YPOBHS
oenka. CienyeT OTMETUTh, YTO MPSIMbIMUA MUILICHS -
MU TpaHCKpUITIMOHHOTO pakTopa STAT3 aBistorcs
reHsl NANOG, KLF4n TFCP2L 1. I3BecTHO, YTO T10-
BBILIEHHBI YPOBEHb O€lKa TPaHCKPUIIIIMOHHBIX
daxkTopoB TFCP2L1, KLF4 u NANOG saBaseTtcs
cBovictBoM HanBHBIX [ICK (Messmer et al., 2019; An
etal., 2020; Bi et al., 2020). Takuum 0O6pa3oM, BEPOSITHO,
npucytcTBue B cpene xemokruHa CCL2 crocoOcTByeT
nepexony KynbtuBupyembix ITCK demoBeka B Gonee
BBICOKOE IUTIOPUIIOTEHTHOE COCTOSIHHE.

Mpeur monrBepauau, uro I1CK, KyTsTUBUpyeMBIEC B
npucytctBuM CCL2, coXpaHsSIIOT CITOCOOHOCTh 1aBaTh
MIPOM3BOOHBIE TPEX 3apPOIBIIIEBHIX JMCTKOB (3KTO-,
Me30- U 3HTOASPMBI) IPU CIIOHTAaHHOU muddepeH-
nupoBkKe (puc. 3).

Psim mo6GaBoOK, MCIOJIB3yeMbIX MPU KYJIBTUBUPOBA-
Huu [1CK yenoBeka, MOTYT ITOHMXXATh JKU3HECITOCO0-
HOCTh U BBI3BIBATh T'MOeIbh YaCTU KJICTOK B KYJIBTYpE
(Theunissen et al., 2014; Guo et al., 2017). B cBs3u ¢
STUM MBI TIPOAHATU3UPOBAIN KU3HECIIOCOOHOCTH
I1CK B mipucyrctBum CCL2 1 6e3 Hero ¢ moMoIIIbIO
MapKepoB HEKpO3a M arronTo3a Moanaa IpoItuans 1
aHHEeKCMHa V MeTOOOM NPOTOYHOM ILIMTOMETPUU
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Puc. 1. Jo6aBienne CCL2 K Ky/IbType TTIOPUITOTEHTHBIX CTBOJIOBBIX KJIETOK YeJIOBEKa BbI3BIBAECT TMITOKCUYECKUI OTBET IMPU
aTMocdepHOI KOHIleHTpauuu Kuciaopona. (a) IloBbllieHUe ypoBHEil 6eJIKOB Kuciaopoa3aBucuMbIix cyobenuuui HIF1A u
HIF2A nipu kyneruBupoBanuu ¢ xeMoknHoM CCL2 DCK nuraum HuES9 u UTICK muauu K7-4. TTpumepbl ”MMYHOOIOTTHH-
ra 6enkoBbIx Ju3aroB JuHun HUES9. Ha nuarpammax pa3maxa rnpencraBieHbl OTHOCUTeNbHbIe ypoBHU OenkoB HIF1A u

HIF2A, nHopmupoBanubsie Ha ACTB u SMCI1, Ha ocHOBaHUU

JNIaHHBIX JICHCUTOMETPUU IO pe3yJibTaTaM OeJIKOBOrO UMMY-

HOOJI0Ta € In3aTaM¥u SMOPUOHATBHBIX CTBOJIOBBIX KJIeTOK HUES9 1 mHAylIMpOBaHHBIX MUIIOPUTIOTEHTHBIX CTBOJIOBBIX KJIETOK
K7-4, xyneruBupyembix ¢ CCL2 (+CCL2) u 6e3 CCL2 (—CCL2). [Ipumepbl UMMYHOOJIOTTUHTa OEJTKOBBIX JIN3aTOB MPEACTAB-
snensl it auHun HUES9. (6) CpaBHeHHe OTHOCUTENIBHOTO YPOBHSI OKCIIPECCUM TE€HOB, CBSI3aHHBIX ¢ runokcueit: HIFIA n
HIF2A (a), GLUTI u GLUT3 (0), B xynbrypax OCK muanm HuES9 u UTICK nuaun K7-4, BeIpamieHHBIX ¢ 100aBICHUEM

(+CCL2) u 6e3 no6asnenust (—CCL2) xemokuna CCL2.

(puc. 4). K ymuBieHUIO, KJIETKA B IIPUCYTCTBUU
CCL2 He TOJILKO HE CHIKAIN, HO BOCIIPOMN3BOTMO
JIEMOHCTPUPOBAIN CTaTUCTUYECKU OOJiee BBICOKMIA
YPOBEHB XKU3HECITOCOOHOCTH, TTO0 CPABHEHMUIO C KJIET-
KaMU, KyTbTuBUpyeMbiMu 0e3 CCL2.

Bausnue xemoxuna CCL2
Ha HanpaeaeHHyo upgpepenyuposxy IICK
8 IHdomenuanbHble NPOU3800HbLE

B pse pabot mokazaHo, YTO TUIMTOKCHUST U TTOBBI-
IIEHUE YPOBHS KHUCIOPOI3aBUCHUMBIX CYOBCIMHMUIL
HIF1A u HIF2A nipu atMmocepHO1 KOHIIEHTpalluu
KHUCJIOpOJa CITOCOOCTBYET IHIOTENMAbHOU audde-
penumpoBke [TCK yeroBeka 1 ITOBBIIIIAET AHTMOTCH -
HBIM TIOTEHLMAJ ITOJAYYEHHBIX 3SHAOTEIUAIBHBIX
MPOU3BOMHBIX 332 CUET PETYISIUUY FeHOB-MUILIEHEH
dakropa HIF (Podkalicka et al., 2020). DToT 3ppext
OBLI YCTAaHOBJIEH MPU UCCIeTOBAaHNM HalpaBJIeHHOM
SHIOTEINANbHON auddepeHIUPOBKU 0ojiece YeM
50 muumit I[ICK. Ha ocHOBaHMM 3TOr0 MBI IIPEAIIO-
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JIOXWJIN, YTO IOBBIIIEHNE OEIKOBOIO YPOBHS CyOb-
equaul HIF-1a u HIF-2a, Habmomaemoe B mpucyT-
crBun (pakropa CCL2, Takke MOXET UMETh [O3UTUB-
HBI 2 deKT Ha HaIlpaBIeHHYIO 3HIOTEIUAIbHYIO
muddpepenmnponKy I[ICK n cBoiicTBa muddepeHIim-
pOBaHHEIX IIPOU3BOAHBIX. JIjIg IIPOBEPKM 3TOTrO
MIPEAIIOI0KEHNS MbI IIPOBEIM SKCIEPUMEHT 110 Ha-
npaBiaeHHON mudPepeHINPOBKE, B KOTOPOM JIMHUM
BCK u UTICK venoseka, kyabTuBUpyeMbie ¢ CCL2,
MOCJIeIOBAaTEIbHO MOMEIIAIN B CPEIbl IJIST Me30aep-
MaJIbHOWl W SHIOTeManbHOM IuddepeHITNPOBKH,
Takxke comepxaiue CCL2 (puc. 5). st KOHTpOJst
KynbTuBUpoBaHue ncxomnHbix TuHui [ICK 1 nx mo-
crenyomyo nnudoepeHINPOBKY ITPOBOINIIN B Cpe-
nax 6e3 CCL2.

ITocne mepBoro atana nuddepeniposku [ICK B
Me30/IepMAIbHOM HaIpaBJI€HUUW MbI C TTOMOIIbIO M€-
Toda noaykoanyectBeHHoro 1P B pexume peanb-
HOro BpEMEHHU IIPOBEJIM aHaJIM3 DKCIIPECCUU TeHa,
KOTOPBI KOAMPYET TPAHCKPUIMILIMOHHBINA (daKTop
BRACHYURY, sBisommiics KIIIOUYeBbIM IS 3aITyC-



154 IMEBYEHKO u np.
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Puc. 2. OTHOCUTEBbHBII YPOBEHB OEJTKOB TPAHCKPUITIIMOHHBIX (DAKTOPOB TTIOPUITIOTEHTHOCTH MPU KYJIbTUBUPOBAHUU TLTIO-
PUITIOTEHTHBIX CTBOJIOBBIX KJIETOK 4enoBeka ¢ xeMokuHoM CCL2 (+CCL2) u 6e3 Hero (—CCL2). Ha quarpammax pasmaxa
MpeACTaBIeHbl OTHOCUTEIbHBIE YPOBHU (pochopuiinpoBaHHoOi popmbl TpaHcKpunuuoHHoro dakropa STAT3, a taxcke dax-
topoB OCT4, TFCP2L1, KLF4, NANOG, SOX2, HopmupoBanHbie Ha ACTB nu SMC1, Ha o0CHOBaHUM JaHHBIX JCHCUTOMET-
pUM O pe3ysibTataM GeJIKOBOrO MMMYHOOJIOTA C JIM3aTaMU 9MOPUOHATBHBIX CTBOJIOBBIX Ki1eToK HUES9 1 nHaylmpoBaHHBIX
IUTIOPUTIOTEHTHBIX CTBOJIOBHIX KieTOK K7-4. [IprMepbl UMMYHOGIOTTHHTA GEKOBBIX JIM3AaTOB IMPENCTABICHBI T JIUHUN
HuES9.

DKTomepMa Me3onepma DHTOHEpMAa

HuES9

K7-4

Puc. 3. [IpousBoaHbie Tpex MEPBUYHBIX 3apOIBIIIEBBIX JUCTKOB (9KTO-, ME30- M DHTOAEPMbI), IETEKTUPYEMbIE B TTPOU3BO/I-
Hbix DCK nunun HUuES9 u UTTICK nuuuu K7-4 nocne cnontanHoi auddepeHunpoBku. Jinneitka — 100 MKM.
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Puc. 4. XKusHecnocobHoctb DCK uyenoBeka JMHUU
HuES9 u UTTICK nunauu K7-4, KynbTUBUpYyeMbIX 0€3 10-
6apienust (—CCL2) u ¢ mobaBnenuem xemokuna CCL2
(+CCL2).

Ka pa3BUTHS Me30AepMHbI (puc. 6a). PesynbraThl 10~
Ka3bIBalOT, YTO OTHOCHUTENIbHBIA ypoBeHb MPHK
JIAaHHOTO T€Ha JIOCTOBEPHO HE OTJIUYAETCS MEXIY
kietkamu TuHuit HUES9 u K7-4, nuddepeHuupyito-
mumucs ¢ CCL2 u 6e3 Hero. Takum o6pazom, CCL2
He cHImKaeT 3(p(PEeKTUBHOCTb Me30IepMAITLHOM M-
dhepeHIIMPOBKMU.

Ha BTopoit 1 BocbMOIi A€Hb HENOCPENCTBEHHO
sHpoTeananbHoit nuddepenuuponku ITCK B cpene
EGM-2 MBI oneHMIM coaepskaHWE SHIOTEINATb-
HBIX MPEIIIeCTBEHHUKOB T10 HAJIWYMIO pellernTopa
VEGFR2, a Takxe noji0 KjieTok ¢ Mmapkepamu VE-
Cadherin n CD31, xapakTepHBIMH IJIsT O0JI€e 103/ -
HUX CTaIuii 3HAOTEeIUaTbHON TUdPEepeHINPOBKU.
Ha BTopoii neHs nuddepeHInpoBaHHbIE TTPOU3BO/I -
Hble, nonydyeHHble ¢ CCL2, umenu Ha 20% Oonblie
kietok ¢ MmapkepoM VE-Cadherin, KoTopslit Xxapak-
TepeH OoJjiee MO3IHUM CTaaUsSM BHAOTEIUATBHOM

OkenepuMeHT: +10 ur/mia CCL2

mddeppeHINPOBKU (puUc. 66). DUHATBHBIE PE3Yib-
TaThl O mone KieTok ¢ Mapkepamu VEGFR2, VE-
Cadherin 1 CD31 Ha BOCbMOI1 IeHb HE OTJINYAINUCH
Mexny auddepeHIMPOBAHHBIMU IIPOU3BOIHBIMU,
MOJIY4EeHHBIMU OOBIYHBIM CITOCOOOM, M C MCITOIb30-
BanueM CCL2 (puc. 6B). Takum 0Opa3omM, mpuMeHe-
Hue CCL2 He yny4yinaeT U He yxyamaeT 3(p¢peKTUuB-
HOCTh IIPOTOKOJIa HANpaBJI€HHON 3HAO0TEINAIbHOMN
nuddepeHIUPOBKU, OOHAKO, BEPOSITHO, CIOCO0-
CTBYyeT OoJice OBLICTPOMY II€PEXONy SHAOTEINATbLHBIX
NpennIeCTBEHHUKOB K cTamum Oojee 3pelibix VE-
Cadherin-mo3uTUBHBIX HIOTEIMATbHBIX TPOU3BOI -
HBIX.

DHIoTeNInabHbIE KJIIETKU, TIOJIyYeHHBIE B PE3yJib-
TaTe HanmpaBJaeHHOM TuddepeHINPOBKU IBYX JIMHUI
I1CK uyenoBeka B npucytrctBuM ¢dakropa CCL2, 06-
JIamaloT XapaKTe PHLIMY MIPU3HAKAMU: TIO3UTUBHBI 1O
MapKepy 3peibiX sHpoteanonnTtos CD31, cuHTe3n-
pyoT dakTop ¢doH BuianedbpaHma, momiolamoT ale-
TUIMPOBAHHYIO (HOPMY JIMIOIPOTEMHA HU3KOM
ioTHOCTH (puc. 7).

I[Ipu ucciaenoBaHUM aHTMOTE€HHOIO ITOTEHIIMAja
MO CIIOCOOHOCTU 00pPa30BLIBATh KaNUJLISIPONOI00-
HBIE CTPYKTYpPhI B MaTpUTele Mbl OOHAPYKWJIN, UTO
SHJIOTEINAIbHBIE IMPOU3BOMHLIC, IIOJIYYEHHBIE C
CCL2, uMerT CTaTUCTUYECKM IOCTOBEpPHLIC IIpe-
MMYIIECTBA 110 OOIeil IJIMHE CEeTU KaIlWJUISpOIIO-
JOOHBIX CTPYKTYpP, a TAaKXK€ YMCIIy TOYEK BETBICHUS
(puc. 8). Takum oOpa3zoM, SHAOTETUOLIUTHI, MTOTYIEH-
HBIC U TIomaepXuBaeMble ¢ ucroiab3oBanneM CCL2,
JIEMOHCTPUPYIOT 0oJiee BBICOKMIT aHTMOTEHHEBIN MO~
TeHILIMAJI.

OBCYXIEHUE

IlepBble uccaegoBaHUS OTPULIAIM HEOOXOAM-
MocTh (pakTopa LIF 1 3armyckaeMoro mM CUrHaJIbHOTO
kackana JAK-STAT3 B nonnepxanuu I1CK yenoBeka,
MPUITMCHIBas KJIIOUEBYI0 POJIb CUTHAJIBHOMY MYTHU
TGFB-ACTIVIN-NODAL, aktuBupyemomy hakTo-
poMm bFGF (Matsuda et al., 1999; Dahéron et al.,
2004). ITo3xe ObLTO TTOKa3aHO, uTo ITyTh JAK-STAT3,

Kontponpb: —CCL2

,i6 MKM

HCK / cHIR99021

i 50 ur/mn VEGF
e 25 ur/mn bFGF
10 MxM SB431542 -

MarHuTHbI COPTUHT
CD31+

3penblie
OHAOTCJINOLUTHI

Me3zonepManbHast DHaoTeauanbHast IIponudepanus
nuddepeHInpoBKa nuddepeHInpoBKa 9HIOTEJIMOLIUTOB
Jens 0 Jens 2 Hens 10

Puc. 5. Cxema HanpaBlIeHHO sHIoTeIuanbHoi auddepeHiposku [ICK yenoseka.
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Puc. 6. DbdheKTMBHOCTD HATIPaBJICHHONM Me30IepMabHOMN 1 S9HAOTEIMAIbHON N1 epeHIMPOBKU ILTIOPUITOTEHTHBIX CTBO-
soBbix kietok JuHuit HUES9 u K7-4, xynpruBupyembix 6e3 mo6asneHusi (—CCL2) u ¢ mo6asieHnem xemokmHa CCL2
(+CCL2). (a) OtHOocuTenbHBIN ypoBeHb 3Kcnipeccun MPHK rena BRACHYURY — paHHero MapKepa Me301epMaibHOI Tud-
depeHIpoBku. (6) KonnyecTBeHHas OlieHKa MapKepOB SHAOTEINAIbHON At hepeHIIMPOBKI METOIOM MPOTOYHOMN IIUTO-

METpUH.

XOTSI ¥ He CITOCOOEH MOIIepKUBATh ILUTIOPUITOTEHT -
HOCTBh KJIETOK YeJIoBeKa caM Io cebe, TeM He MeHee
CIOCOOCTBYET aKTUBALIUU T€HOB ITIOPUIIOTEHTHOTO
cocrossHus (Collier, Rugg-Gunn, 2018). bosee Toro,
B OOIHOM M3 mpoTokonoB ¢akrtop LIF coBmecTHO C
nobapneHueM wuHruouropos kwuHa3z CHIR99021,
PD0325901, G066983 mo03BOIsIET OOXOOUTHCS IIPU
kynsTuBupoBanuu [ICK yenoseka 6e3 pakropa bFGF

n ripuonrmkaet ITCK 110 cBoiicTBaM K OGiactoMepaMm
paHHux (32—64 KIIeTKM) NOperuMILUIaHTAlMOHHBIX
onactouuct (Guo et al., 2017). B aToit pabote MBI 1C-
CJIe0BAIA BO3MOXHOCTY UCTIOIb30BAHUS TTPU KYJIb-
TuBupoBaHuu u guddepenumponke I[ICK gemoBeka
xemokmHa CCL?2, KoTopHIif, Kak OBIIO TTOKa3aHO pa-
Hee, o0JlamaeT CBOMCTBOM AaKTMBUPOBATh CUTHAJIb-
b1 IyTh JAK-STAT3 (Hasegawa et al., 2014), Ho mo

OHTOT'EHE3 Ne 2
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CD31

—CCL2

+CCL2

vWF acLDL

Puc. 7. Ounorenuansubie npousBoaHble [1CK, nonyyeHHsbie B pesynbrare auddeperHurpoku iuHun HUES9 6e3 nobasneHus
(—CCL2) u ¢ no6aBnenuem xeMokuna CCL2 (+CCL2), neMOHCTPpUPYIOT CBOMCTBA, XapaKTepHbIC SHAOTEIUOLUTAM: UMEIOT
noBepxHOCTHBIN anTureH CD31, cuHTe3upyiot hakrop ¢hoH Bumnedbpanna (VWF), MmeTabommu3upytoT arie TMiIMpoBaHHYO (hop-
My JIMTIONpOoTenHA HU3KoM riotHoctH (acLDL). Anpa okpaienst DAPI. JIuneitka — 100 MkM.

CHX IIOp IPAaKTUIECKU HE IIPUMEHSIETCS IJIsI paOOThI
¢ [I1CK. B manHOM mccienoBaHUM MBI ITPOJIEMOH-
cTpupoBai, yro nmpumMeHeHrne CCL2 nipu KyJTbTUBU-
poBanuu IICK 4denoBeka cTaTMCTMYECKHW 3HAYMMO
MOBBIIIIAET YPOBEHb OEJIKOB KJIIOUEBBIX TPAHCKPUII-
nuoHHBIX pakTopoB OCT4, NANOG, SOX2, KLF4
u TFCP2L1, a takxke pochopmiimpoBaHHOI (AKTUB-
Hoi1) popmbl STAT3, uTo XxapakTepHO IJIsI mepexoaa
IICK Kk cocTosiHUI0 “HaMBHOM” ILIIOPUINIOTEHTHO-
cty. Pe3yibraThl Halllero MCCiIeOBaHMS COTIACYIOTCS C
paHee IoJIlydeHHBIMU JaHHBIMHU B padoTtax Ha MTTCK
yenoBeka (Hasegawa et al., 2014) u cBUIETETbCTBY-
10T, yTo CCL2 neiicTBUTEIbHO CIOCOOEH aKTUBHPO-
BaTh curHaibHbIN Kackan JAK-STAT3 u noBhiaTh
YPOBEHb DKCIIPECCUU OEIKOB, TeHbI KOTOPKIX SIBJISI-
IOTCSI MUIIEHSIMU TPaHCKPUIILIMOHHOIO (dakTopa
STAT3. Takum oOpa3oM, HaAIIW NaHHBIC TTONTBEP-
KIAIOT paHee ycTaHoBJIeHHBIH ¢akT, uto CCL2 cno-
CcOOCH aKTUBHMPOBATh TOT XK€ CHUTHAJILHBIN KacKam,
yro u LIF, a, ciegoBaTenbHO, CBUIETEIBCTBYIOT B
MOJb3y CAETAaHHOTO paHee 3aKJII0YEHMS O BO3MOXK-
HOCTHU paccMaTpUBaTh 3TH IBa (pakTopa KaK aIbTep-
HATUBY IpyT ApyTy npu KyabtunpoBanun [TCK.

IIpy MNOHMXXEHHON KOHLEHTPALMU KHUCIOpOoaa
(menee 10%) ren 6enka CCL2 sgBisieTcs MUIIIEHBIO 1
aKTUBUPYETCS TETEPOIMMEPHBIM TPAHCKPUITIIMOHHBIM
daktopom HIF, B cocTaB KOTOpOTO BXOAUT CyOBEAN-
auia HIF1A (Mojsilovic-Petrovic et al., 2007; Baay-
Guzman et al., 2012). Takke paHee OBLJIO TOKa3aHO,
YTO TIpU aTOMOC(HEPHOII KOHLIEHTPALlMU KUCIOPOa
o6emok CCL2, cBSI3bIBAIOIINIICS C pelIeNTOPOM Ha IT0-
BEPXHOCTU KJIETKU, TPUBOJIUT K MOBBIIIEHUIO YPOB-
Hs1 MPHK cyosennmnunel HIF2A 1 psiga reHOB ruIo-
kcrdeckoro orBeTa B [ICK ugemoBeka (Hasegawa et al.,
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2014). B maHHOM HMCCIIeTOBaHUA MBI YCTAaHOBWJIN, YTO B
I1CK, KyTbTUBUPYEMBIX ITPU aTMOCHEPHOI KOHIIEH-
Tpauuu kuciaopoaa 21% B npucyrcrsun CCL2 3Ha-
Y1MO ITOBBIIIACTCS YPOBEHBb O€IKa IBYX KUCIOPOI3a-
BUCHMBIX CyOBEIMHUII] TPAHCKPUITLIMOHHOTO (haKTopa
HIF: HIF1A u HIF2A. ITogoGHbIM CBOICTBOM MO-
BBILIATh YpoBeHb 0enka HIF mpu atMocdepHoii KoH-
LEeHTpallMM KUCJI0poaa 00JIamaloT TaK Ha3bIBacMEbIC
BEIIECTBAa-MUMETUKU TUITOKCUM, TaK1e KaK XJIOPHUI
kobanpTa(ll) (CoCl,) M AUMETUIOKCATUITJIUIIMH
(DMOG) (Mojsilovic-Petrovic et al., 2007; Biné et al.,
2016). MUMETHUKY TUTIOKCUY UCTTOIBL3YIOT IIPU paboTe ¢
pa3HbIMU THIIAaMU KJIETOK, BKJII0Yasl TUIIOPUIIOTEHT -
HbIe, B YACTHOCTU, UX IIPUMEHSIOT B TIPOTOKOJIaX Ha-
npasieHHoit muddepeHuuposku (Ng et al., 2011;
Jeon et al., 2014; Zhdanov et al., 2015; Bindé et al.,
2016; Salikhova et al., 2020). Heyno6¢TBO MCIONB30-
BaHust CoCl, 1y DMOG cBsi3aHO ¢ TeéM, YTO OHU TOK-
CUYHBI JIJISI KJIETOK M CHMXKAIOT XXN3HECIIOCOOHOCTh
(Isaja et al., 2020). Mb1 nokazanu, yto CCL2 obnana-
eT CBOCTBAMU MMMETHKA TUTIOKCUM, TIPU BTOM He
SIBJISIETCSI TOKCUYHBIM TSI TUTIOPUIIOTEHTHBIX Kile-
TOK, a, HAIpOTHUB, IIOBBIIIAET MX XKM3HECIIOCOO-
HocTb. CoCl, 1 DMOG 006bIYHO MCHOJB3YIOT IS
KPaTKOBPEMEHHOTO KYJIbTUBUPOBAHUS C KJIETKAMU B
TeyeHre HecKoJIbKUX nHeit, CCL2 MOXXHO MCIIOTB30-
BaTh IIPU IJINTEIFHOM KYJIbTUBIPOBAHUU, IIPU HEOO-
XOIMMOCTH — Ha TPOTSKEHUU NECITKOB MacCaKeid.
Tem He MeHee, clieayeT yYUTbIBaTh, YTO TUTIOKCUYEC-
CKW1 OTBeT, BeI3bIBacMbIit CCL2, oTmmgaeTcsd OT OT-
BeTa KJIETOK IPU ITOHMKEHHOI KOHIIEHTPAlIUN K1C-
sopona. B ycnosusix 5% O, kynbrypsl [ICK yenoBeka
B MepBbie 48 4acoB BO BpeMsl afallTallui K TUTTIOKCUU
aktuBupyercss HIF1A, mocne dyero emy Ha CMEHY
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CpenHsisi IIMHa
COCYIIONONOOHBIX CTPYKTYD,

Puc. 8. AHruoreHHbIil TOTEHLMAN in vitro nuddepeHINPOBAHHBIX SHAOTEINATBHBIX TTpon3BoaHbix [TICK veroBeka JMHUIA
HuES9 u K7-4, nonyuennbix 6e3 nodasieHusi (—CCL2) u ¢ no6abnennem xemoknHa CCL2 (+CCL2). (a) PenpeseHTaTuBHOE
n300paXkeHne CETH COCYIONTOMOOHBIX CTPYKTYP SHIOTEeMATBHBIX pon3BonHbIX HUES9 Ha ciioe marpurens. JIuneiika — 100 MkM.
(6) KonmyecTBeHHasT OIICHKa OOIIICi U CpemHei JTMHBI COCYIOMOI0OOHBIX CTPYKTYP, OOIIET0 KOJTMYEeCTBa TOYEK BETBIICHMSI.

npuxonutT HIF2A, koTopblii TomaepXuBaeT IJIU-
TEJIbHBIM TMIOKCUYECKUIA OTBET TUIIOPUITOTEHTHBIX
kietok (Narva et al., 2013; Forristal et al., 2010). I1pu
ucnonb3doBaHuu CCL2 Mbl OMHOBPEMEHHO JIETEKTH-
poBanu BeicoKuii ypoBeHb OenkoB HIF1A u HIF2A
rmocJjie yeTbipex naccaxei (okoso 20 nHeit).

M3BecTtHO, yTo HIF siBIsIeTCs aKTUBATOPOM I€HOB
IUTIOPUIIOTEHTHOCTY 1 CIIOCOOCTBYET IOIIePXKAHUIO
rnopurioreHTHOro coctosiHus (Forristal et al., 2010;
Narva et al., 2013; Sugimoto et al., 2018). DTo mo3Bo-
JISIET IIPEANOJIOXHUTh, YTO HAOJI0JaeMO€e ITOBBIIIIE-

HUe ypoBHS ¢aKkTopoB miatopurioreHTHOcTU B [TCK
JenoBeKa, KyabTuBupyeMbix ¢ CCL2, MoXeT 1oCTH-
raTbcsl He TOJIBKO 3a CUET 3aITycKa CUTHAJBHOTO 1Ty~
™ JAK-STAT3, HO Tak:Ke peryaupyeTrcs U ApyruMu
CUTHAJIBLHBIMU KacKamaMu, 3aITyCKaeMbIMH TpaH-
CKpunnoHHBIM (pakTopom HIF.

CCL2 xopo1110 3apeKOMEHIOBaJI ceOsI TP MCIIOb-
30BaHUH B IIPOTOKOJIE SHAOTETUATLHOM TuddepeHIIN-
poBku. OH He cHIXaeT 3¢pPeKTUBHOCTU TUddepeH-
LIMPOBKM B Me30JepMAaIbHOM HaMpaBiIeHUH, O 4YeM
CBUIETENLCTBYET OTCYTCTBUE CTATUCTUYECKU 3HAYM-
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MbIX oTJInunii B ypoBHe MPHK 0CHOBHOIO TpaHCKpMII-
moHHoro ¢akropa Mezonepmbl BRACHYURY mexny
KyJAbTypamMu, AuddepeHINPYIOIIMMUCI B MPUCYT-
crBun CCL2 u 6e3 Hero. Kpome TOro, Ha BTOpOIi
JIeHb SHAOTeTNANBHOM M depeHIIMPOBKN Y KYJIBTYP C
CCL2 BBIIBISIOCH 3HAYUMMO OOJIBIIIE KJIETOK, IMO3U-
tuBHEIX 0 VE-Cadherin. TakiMm 06pa3oM, KyJIbTypEI C
CCL2 opIcTpee IMPOXOmsT CTAONIO DHIOTEITNATBHBIX
MPEIIIECTBEHHUKOB M TIEPeXOolsT Ha CleAyloliue
CTaguM HAOOTEIVAILHOM nuddepeHIIMPOBKA K CO-
3peBanmio KiieTok. [Tomydennsre B mpucyrcreum CCL2
SHIOTEJUOLMUTHI 1O CPaBHEHUIO C KOHTPOJIEM Je-
MOHCTPUPYIOT O0JIee BEICOKWIT aHTMOTeHHBII ITOTEH-
OUajl B TecTe 0o0pa3oBaHUS KanMJIISIPOIIOJO0OHBIX
CTYKTYyp B Matpureje. [loBblllleHUEe aHTUOTEHHOTO
MOTEeHIIMAJIa SHIOTEINAIBHBIX KIETOK OOBIYHO CBSI-
3bIBAIOT C U3MEHEHUSIMHU B 3KCIIPECCUU T€HOB, OT-
BETCTBEHHBIX 32 MUTPALIUIO U CUHTE3 BHEKJIETOUYHOTO
MaTpukca. M3BecTHO, 4T0 mogoOHbBIe 3 dOEKTH BO3-
HUKAIOT B HAOTEJIMAIILHBIX KJIETKAX, HAXOMSIINXCS
B YCJIOBUSIX KUCJTIOPOAHOTO TOJIONAHMS, a TAKXKe TTPU
noBwilieHUN ypoBHeit 6enkoB HIF1A u HIF2A nipu
aTMoc(epHO KOHIEeHTpauum Kuciaopoma (Sarkar
et al., 2009; Skuli et al., 2009; Schodel et al., 2011;
Hashimoto, Shibasaki, 2015; Hashimoto et al., 2016).

Taxkum obpazom, mbl okazanu, yro ITCK yenose-
Ka, oopadoranHbie CCL2, MMeIoT BBICOKUIT YPOBEHb
cyosenmaun HIFIA n HIF2A, HeoOxomuMBIx 1 3a-
ITyCKa TUTTOKCUYECKOTO OTBeTa, aKTUBUPYIOT KJTIOUe-
Bble MapKephbl rmopunoteHTHOocTH OCT4, NANOG,
SOX2, KLF4 u TFCP2L1 Ha ypoBHe 0eliKka, a TaKxKe
MOJIOXKUTEBHO BIIMSIOT HA HAMPaBJICHHYIO DHIOTE-
JuanbHytlo nuddepeHIUPOBKY KJIETOK, YCUJIUBas
AHTUOTeHHbIE CBOMCTBA MOIYyYeHHBIX TUhdepeHIIN-
POBaHHEBIX IMTPOM3BOIHBIX. MBI HajeeMcsI, UYTO OOHa-
pyxeHHble Hamu 3ddextol pakTopa CCL2 OyayT
CIOCOOCTBOBATH €ro 6oJjiee IMMPOKOMY IPUMEHEHUIO
s nonydyenus:t n nognepxkanust I1CK ygemoBseka, a
TaK:Ke MCIIOJIb30BAHMIO B IIPOTOKOJIAX HAIlpaBJICH-
HoT tnddepeHITNPOBKA.
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and Directed Endothelial Differentiation of Human Pluripotent Stem Cells

A. 1. Shevchenko!, A. M. Arssan!, S. M. Zakian!, and 1. S. Zakharova'- *

!The Federal Research Center Institute of Cytology and Genetics of Siberian Branch of the Russian Academy of Sciences,
prosp. Lavrentyeva 10, Novosibirsk, 630090 Russia

*e-mail: zakharova @bionet.nsc.ru

Human pluripotent stem cell (PSC) research is currently focused on selecting conditions and growth factors
that better mimic preimplantation development and germ cell differentiation, which is important for disease
modeling using PSC. Previously, it was shown that in the presence of the chemokine CCL2, human PSCs
acquire properties attributable for preimplantation blastomeres, namely, they activate the JAK-STAT3 signal-
ling pathway and increase the mRNA level of the hypoxic response genes. However, CCL2 is practically not
used in the human PSCs cultivation, and its effect is described in a single study. We continued to study the
CCL2 effect on human PSC and showed that human embryonic and induced pluripotent stem cells cultured
with CCL2 have an increased protein level of the oxygen-dependent subunits HIF1A and HIF2A, which are
necessary to trigger the hypoxic response, as well as elevated protein levels of the key pluripotency transcrip-
tion factors OCT4, NANOG, KLF4, SOX2, and TFCP2L1. In addition, the presence of CCL2 had a positive
effect on directed endothelial differentiation, accelerating the maturation of progenitors and enhancing the
angiogenic potential of differentiated derivatives.

Keywords: pluripotent stem cells, CCL2 chemokine, hypoxic response, directed endothelial differentiation
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HccnenoBanu BAUSIHUE TOCTOSTHHOTO Y €CTECTBEHHOTO PEXKMMOB OCBEIIIEHUS B COYETAHUY C Pa3HBIMU pe-
XUMaM#U KOPMJIEHUsSI HA aKTUBHOCTh (DEPMEHTOB SHEPTETUYECKOIO 1 YIJIEBOAHOTO OOMEHA B MBIIILAX U
TIEYEHM CETroJIETKOB JIOCOCS, UCKYCCTBEHHO BhIpAIllBa€MBbIX B aKBaKyJIbType B YCIOBUSIX I0XKHOIO perMoHa
Poccuu. BuisiBeHHBIE MEXTPYIIIOBLIC Pa3IMuMs B aKTUBHOCTU MCCIEAYEMbIX (DEPMEHTOB Yy CETOJIECTKOB
YKa3bIBalOT HAa OTJIMYMSI B YPOBHE SHEPreTUYECKOro oOMeHa M MCIOJIb30BaHUS YIJIEBOJOB B Mpolieccax
cuHTe3a AT® u apyrux nyTsax OMOCHHTE3a B MBIIIILIAX U [IEYEHN B 3aBUCUMOCTH OT YCJIOBUIL OCBEILEHUS, B
TOM YKCJIE B COYETAHUU C PEXXMMOM KOpMJIeHs. BEICOKMIT ypOBEeHb a3p0OHOr0o 0OMeHa B MbIIIILIAX U YCU~
JIEHUE UCITOJIb30BaHUS YIJIEBOAOB B INIMKOJIM3€E B IIEYEHU PBIO Y CETOJIETKOB JIOCOCS, BEIPAILIEHHBIX IIPU ITO-
CTOSTHHOM OCBEIIIEeHM, COOTBETCTBOBAIM MX HAMOOJIbIIIEMY CpeTHEMY IIPUPOCTY MaccChl. Y ocobeli 13 Bcex
3KCITIEPUMEHTAJIbHBIX IPYIII YCTAHOBJIEHBI U3MEHEHUS B aKTUBHOCTH UCCIIENYeMbBIX (PepPMEHTOB B 3aBUCH -
MOCTH OT BpEMEHMU MOCJIe Havayia SKCIIEpUMEHTa, CBUICTEILCTBYIOIIME 00 YBEIMYEHUU YPOBHEH a3pOOHO-
ro ¥ aHa3pOOHOro 0OMEHA B MBIIIIIAX U ITIMKOJIN3Aa B IIEUeHH, HEOOXOAUMBIX JIJIS OCYIIECTBIEHUSI IIPOLIEC-
COB OMOCHHTe3a.

Karoueswie crosa: boronepuon, aTIaHTUYECKUIA JIOCOCH, AKTUBHOCTD (DEPMEHTOB 3HEPreTUYECKOTO OOMEHA
DOI: 10.31857/S0475145023020039, EDN: XEWVOW

BBEAEHWE

W3BecTHO, U4TO CBET — XXN3HEHHO BaXXKHBIN a0MOTH-
YeCcKMit (hpakTop, KOTOPHIN OKa3bhIBaeT CYIIECTBEHHOE
BO3IEMCTBIE Ha pa3BUTHE U POCT PHIO Ha MPOTSKEHUN
BCETo UX XXKM3HEHHOTO LIMKiIa. [IpsiMo 1M1 KOCBEHHO OH
BIMSIET Ha IIMIIEBOE IIOBEACHME, IIaBaTeJIbHYIO aK-
TUBHOCTb, OOy4YeHHE, MUIPALHNI0 M pa3MHOXEHHE
PBIO, a y JIOCOCEBBIX TaK Xe 1 Ha HACTYIUIEHUE Iepruoaa
CMONTU(MUKALIY, TIOCPEACTBOM BIUSHUS Ha 9HIOTCH-
HbI€ PUTMBbI ¥ YPOBHU LIMPKYJIUPYIOLIMX TOPMOHOB PO-
cra (Boeuf, Le Bail, 1999; Bjornsson et al., 2000; Taylor
et al., 2006; Sonmez et al., 2009; Migaud et al., 2010).
B akBakynabType yIIMHEHIE CBETOBOTO JHS MCIIOIb-
3yeTcs IUISI YBEJIMYEHUSI CKOPOCTH POCTa PhIO, YTO, B
CBOIO O4epeab, OOYCIOBICHO afariTUBHBIMU U3MEHE-
HUSIMU OMOXMMUYECKOTO MeTaboIn3Ma.

BaxxHbIM mapaMeTpoM OLIEHKM COCTOSIHUSI Opra-
HU3Ma Ha pa3HBIX 3Talax MTHINBUAYAJILHOTO Pa3BUTUS
SIBJISIETCS SHEpreTudecKuii ooMeH. Tak, HampuMmep,
BKJIaI B CyMMapHO€ IIOTpeOJICHHE 3HEePTUU TaKMX

MpPOLIECCOB, KaK pocT, AuddepeHInpoBKa U popMo-
o0Opa3oBaHWE 3HAYUTEIBHO MEHSIETCSI Ha Pa3HbIX CTa-
nusix pa3Butus (O3epHIoK, 1985). 151 olleHKW ypoB-
HE 3HEepreTMYecKoro MeTadojiM3Ma UCCIECIYIOT aK-
TUBHOCTb OCHOBHBIX (DEPMEHTOB JbIXaTeJIbHOU 1IeTU
W IJIMKO/IN3a. AKTUBHOCTh IUTOXPOM ¢ oKcraassl (L1O)
JIbIXaTeJIbHOM LIeMW MUTOXOHAPUIT UCTIONB3YETCSl MPU
OLICHKE YPOBHSI a3p0oOHOro ooMeHa B TKaHsix (Gauthier
et al., 2008). JlakratneruaporeHasa (JIZII') B 6enbix
MBIIIEYHBIX BOJIOKHAX KaTaJUu3UupyeT KOHEUHYIO pe-
aKIMI0 aHA’POOHOTO TIUKOJIM3a, B CBSI3U C YeM aK-
TUBHOCTb 3TOTO (hepMeHTa yKa3blBaeT Ha YPOBEHb
aHaspobHoro obobmena (Somero, Childress, 1980).
3HaueHusI aKTUBHOCTU (hePMEHTOB MyTeil OKUCTEHUS
ITIOKO3bl MOTYT PACCMaTPUBATLCS MPU XapaKTePUCTU-
K€ YPOBHSI MCMOJIb30BaHUs YIJIEBOAOB B OMOCUHTE3e 1
sHepreTndeckoM Meradbommame. [TupyBarkunaza (I1K)
SIBJISIETCSI KJTIOYEBBIM (pepMEHTOM IIIMKOJIM3a, KaTa-
JIM3UPYET peakiinio NpeBpallieHust hpocodoeHoNm-
pyBarta B NUpyBaT, 1 YPOBEHb €€ aKTUBHOCTHU XapakK-
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Taomuua 1. CpenHsiss Macca phIO, MCIIOIb3yeMbIX JIJIST aHAJIN3a

6 ceHTAOPs 6 OKTSIOPS 9 HOsI6Ds
I'pynma
Macca Jimezice:] Macca IUTHA Macca IUTMHA
Kontpois 5.59 £0.30 8.01 £0.43 11.87 £ 1.74 10.88 £ 0.53
OmpiT 1 3.85+0.45 7.42 £0.27 5.92 £0.58 8.12£0.23 9.19 + 1.37 9.189 + 0.47
OrbIT 2 6.11 £ 0.91 8.05+£0.40 11.93 £1.33 10.13 £ 0.39

TepusdyeT UHTEHCUBHOCTb 3TOTO Tpoliecca. AJbaoJia3a
(bepMeHT mIMKON3a) — KaTAJIM3UPYET 0Opa3oBaHUe
IUuruapokcuanerongocdara M mIMIepaIbIeTua-3-
docdara, KoTopbie BITOCIEACTBUM YYACTBYIOT B TPO-
lieccax IJIMKoJiu3a, NIIOKOHEOreHe3a U 0Opa3oBaHUs
yununoB (Llewellyn, 1998). ®MepMenT 1-mutiepodoc-
darpermaporenasa (1-I'®I') kaTaau3upyeT peakiiuio
obpazoBaHus 1-muuepodocdara, KOTOPbIA SBSI-
eTcsl TIpenlIeCTBEHHUKOM CTPYKTYPHBIX W 3arac-
HBIX TUTIHA0B. DepMeHT NTI0K030-6-docdatmern-
poreHasa (I'-6-®I") — ki1oyeBoii hepMEHT NEHTO30-
docdaTHOro nmytr okuciaeHus rmoko3sl (ITAPIT).

PaHee B ucciaeqoBaHusIX BAUSIHUS (POTOIEepUoOaa
Ha MCKYCCTBEHHOE BbIpallliBaHUE MOJIOAU JIOCOCS B
YCIIOBUSIX CEBEPHBIX KUPOT (peruoH bemoro mops),
€CTECTBEHHbIX JJIs1 TaHHOTO XOJOMO0JIO0UBOro BUAA
OBLIIO TTOKA3aHO, UTO HEIPEPBIBHBIM CBET (PEeXUM
24 cBeT: ) TeMHOTa) CIOCOOCTBOBAJI yCKOPEHUIO pOCTa
0C00€eii, YTO COMPOBOXKAATOCH U3BMEHEHUEM a9POOHO-
ro u aHa’pobHoro ooMmeHa B MbInnax (Churova et al.,
2020). CnemyeT OTMETUTD, YTO 3KOJOTMUYECKUE YCIIO-
BUS I0XKHBIX PETUOHOB OTJIMYAIOTCS OT CEBEPHBIX 1LIM-
pOT 10 psiay (paKTOpPOB: CBETOBBIM PEXHUMOM Oe3 Tie-
puoaa “Oenblx HOYei”, TMAPOXMUMUYECKUMU Tapa-
MeTpaMu BOJIbI B BUlie Bbicokoro pH, 3HauuTenbHoit
MUHepan3alueii, BBICOKOI CTeTeHbIO HACBIIIEHUS
KHUCJIOPOJOM, BBICOKOM KOHIIEHTpallueil MUKpOdJie-
MEHTOB U MOHOB MeTaJIOB. [Ipu 3TOM mosBisiercs
BO3MOXHOCTb BbIpAllIMBaHUsI MOJIOAW JOCOCS TIpH
TeMmIiepatrype Boabl B auamnaszoHe 8—18°C, B oTcyT-
CTBUE 3UMHMX IMEPUOJOB HU3KUX TeMIEpaTyp, UTO
MO3BOJISIET PbIOE MUTATHCS U PACTU KpyTiblii roa. Mc-
XOJISl U3 3TOTO, ObLJT MOCTABJIEH YKCIIEPUMEHT I10 BJIU-
SIHUIO TIOCTOSIHHOTO OCBEIIEHUSI Ha POCT U pa3BUTUE
ceroJieTkoB Jiococst Salmo salar L. (0+) B ycrnoBusix
aKBaKyJbTypbl B 103kHOM peruoHe Poccum (Pecrtyonu-
ka CesepHast Ocetusi-Ananust). Llenbto naHHOM pa6o-
Thl ObLIIO U3yYE€HHUE U3MEHEHUI B aKTUBHOCTHU Ghep-
MEHTOB HEPreTUYeCcKOro U yrieBoJHOro oOMeHa B
MBIIILIAX ¥ MEYEHU CEeTroJIETKOB aTJIaHTUUYECKOTO JIO-
cocsl B TIpoliecce pOCTa U pa3BUTHSI, BbIpAllIMBAEMbIX
B YCJIOBUSIX TIOCTOSIHHOM TeMIlepaTypbl BOIBI NMPHU
BO3JICMICTBUM JIBYX PEXKUMOB (hoTorepuona (MocTo-
SIHHOTO U €CTECTBEHHOTO) B COYETAaHUH C Pa3HbIM pe-
JKMUMOM KOPMJIEHUS.

MATEPHAJIbI 1 METO/ bl
Onucanue sxcnepumenma

WccnenoBaHue BIUSTHUS Pa3HbIX PEXKMMOB OCBEC-
IEHMA Ha POCT U pa3BUTUEC CECIOJICTKOB JIOCOCA ITPO-
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Bomwin Ha nipeanpusatu OO0 “OcTpoB aKBaKy/b-
typa” (Pecrtybnuka CeBepHast OceTusi-AJIaHUS).

Manbku gococs 0+ (BeikiaeB 10—15 mapra 2022 1.,
(mpousBonuteab Benchmark Genetics, Mcinanaus))
C aBrycCTa JI0 Hadaja 3KcIepuMeHTa (CeHTSIOphb) cO-
JIepKaJIMCh B BRIPOCTHBIX JIOTKaX pa3MepoM 4 X 1.2 M,
06beMoM 2.5—2.7 M3, (M3HAYAJIBHO B KOJIMYECTBE
4900 o0co6ei1/M0TOK) B YCIOBUSIX HEMPEePbIBHOTO
ocselieHus (24 ceet: 0 TemHoTa, 24C). KopmiieHue
MMPOBOAMIOCH B KPYIJIOCYTOYHOM pEXHUMe KaKIble
nBa yaca. C Hayaia CEHTSIOpS CerojIeTKOB pa3ae v
Ha TPU 3KCIIEPUMEHTAIBHBIX TPYIIIEI O 2 JIOTKA (TIpH
cpemHeit Mmacce poIo 2.9 rpaMMa B KaXKIOM JIOTKE):

— rpynna Ne 1 (koHTtpoisb, 24C KK) — pexum
ocBelleHUsT mnocTossHHbIM (24C:0T), kopmiieHUe
kpyriocyrouHoe (KK);

— rpyrma Ne 2 (onbiT Ne 1, Ect® KJ]I) — skcniepu-
MEHTaJbHbII — ecTecTBeHHbI poTornepuon (Ectd),
KOpMJIeHHE B cBeTioe Bpems cyTok (¢ 06:00 mo 18:00
B ceHTs10pe, ¢ 08:00 mo 18:00 B okTs16pe, ¢ 08:00 mo
17:00 B HOs1IOpe) uepes Kaxkabie aABa yaca (KJI1);

— rpymmra Ne 3 (ombIT Ne 2) — 3KCIIepUMEeHTaIb-
Hbelii (24C K]I), pexXuM OCBEIIeHMUs TMOCTOSTHHBIN
(24C), kopMJieHHE MTPOBOAMUIIOCH TOJIBKO B CBETJIOE
BpeMsI CyTOK KakK y pbi0 u3 rpyrmisl Ne 2 (KII).

JIOTKM ¢ TOCTOSTHHBIM OCBEIIIeHUEM OBIITN 000py-
nmoBaHbI cBeToauonHbiMU LED nmammamu (36W, 6500K).
OcBellleHNe Ha TTOBEPXHOCTHIO BOJBI IIPU OCBeEllle-
HUM JaMIIaMM B TEMHOE€ BpeMsl CYTOK COCTaBWJIO
450—650 Ix (m1s KoHTpoJsg u onbita Ne 2). Mcmomnb-
30BaJId KOMMEPUYECKHIT KOPM; pacdyeT oobeMa KopMa
ITIPOBOJIWJIN COTJIACHO HOpMaM BO3PaCTHOI IPYMIThI U
¢ yuyeToM Gmomacchl. Boma B JIOTKM mocTynana U3
CKBaxXMHEBI CO CKOPOCTHIO 2.7—3 51/c HA NOTOK. TeM-
rnepaTtypa BoAbl Obl1a MOCTOSTHHOM — 12.5°C.

BsBelmBaHue puI6 MIPOBOIMIN KaXKIbII MeCSIII Ha
npeanpusTuu (Io 2 pasa B Mecsll IIPYU TpeX HOBTOP-
HbIX B3BelnBaHusx o S0—100 ocobeit BMecTe). OT-
XOJI 32 BeCh IIepUOI UCCIIeIOBaHUS cocTaBuiI 24, 33 u
19% oco6eit B koHTpoie (24C KK), ombire No 1
(Ect® K[) n ontbite Ne 2 (24C K]1) COOTBETCTBEHHO.

Jist uccnegqoBaHus OTOUPAJIM CETOJIETKOB JIOCOCS
6 ceHTIOPS (10 BKCIIEpUMEHTA), 6 OKTSIOpS 1 9 HOSIO-
pST; M3 KaXKIOM TPyIIIbl ObLIO B3SITO A0 15 ocobeit u3
noTtka. CpegHue Macca M JUIMHA 0co0eii, B3STHIX OIS
aHaaM3a, IpeacTaBAeHbI B Ta0d. 1.
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Taoauua 2. KospduimeHT Koppelsiiny aKTUBHOCTH (hepMEHTOB B MBIIIIIAX C MACCOM U IUIMHOM ocobeit

Kontpoisb OrpiT 1 OrpIT 2
IToxazarenn

macca IUTMHA macca IJIMHA macca IJTMHA
1o 0.25 0.06 0.25 0.06 0.75* 0.70*
JIAr 0.83* 0.79* 0.83* 0.79* 0.81* 0.80*
Anpnonasza 0.64* 0.52* 0.64* 0.52 0.64* 0.61
* — MOCTOBEpHbBIC 3HaUYCHUST KO3 duiirmeHTa koppensiuu npu p < 0.05.

Onpedenenue akmueHocmu (hepmenmos PE3VIIBTATHI

AXTUBHOCTBH (DEPMEHTOB ONPEICIISIIA B MBIIIIAX 1
neyeHu criekrpogoromerpudyecku (CLARIOSTAR,
BMG Labtech). O6pa3iibl TKaHei TOMOTeHU31POBa-
B 0.05 M Tris-HCI 6ydepe (pH 7.5) Ha romoreHun-
3aTope Tissue Lyser (Qiagen, I'epmaHus).

AKTUBHOCTb (hepMEHTOB DHEPreTUYECKOro U yr-
JneBomHoro ooMmeHa B mbimiax (11O, JIAT, anpmona-
3a) u neyenu (L1O, JIAT, TIK, I'-6-®IAI, 1-T'DAT,
ajbpoJa3a) onpeaessivi UHAUBUAYAIbHO TSI KaX-
JI0it 0coOM. AKTUBHOCTDH HUTOXPOM ¢ okcumassl (11O,
K® 1.9.3.1) onpenensimu mo metomy Cmura (Smith,
1955), uaMepsist yBeJueHNe KOJIMYECTBAa OKHCJIEHHOTO
mroxpoMa c. OOIIy0 aKTHBHOCTB JIAKTaTICTHAPOTeHa-
3b1 (JIAT, KD 1.1.1.27), nmoko30-6-docdaraernapore-
Haszel (I-6-POAT, KO 1.1.1.49) u 1-mmuepodochatae-
runporeHassl (1-I'OAT KD 1.1.1.8) onpenensu mmo 06-
IIETTPUHATEIM ~ METOOWKaM, W3Mepsisi  KOJMMJIecTBa
BocctaHoBneHHbIX HAJl 1 HA® (KoueroB, 1980).
AktuBHOCTh, TpyBaTkKMHasbl (I1K, K® 2.7.1.40)
onpenesia B cucteMme, conepxamieit HAIH n mak-
TaTIeruaporeHasy o KoJu4yecTBy 0Opa3oBaBIIErocs
HAJL (Blcher, 1955). AKTUBHOCTb ajbl0ja3bl
(K® 4.1.2.13) onpenensiniu no Meroauke Beck B Mo-
nudukauu AHanbeBa 1 O6yxoBoii (Kosi6, Kambrni-
HUKOB, 1976). AKTUBHOCTb (pepMEHTOB BhIpaXkail B
MKMOJIb cyOcTpaTa (TpoayKTa)/MuH/Mr 6enka. KoH-
LIeHTpaluIo 0ejika onpeaessyii MetonoM bpandopa
(Bradford, 1976).

CTaTUCTUYECKUIA aHAJTU3 TIOJTyYEHHBIX PE3Y/IbTaTOB
MPOBOJIUIA OOIIENIPUHSATHIMU METOAAMU BapUalluOH-
Hoit cratuctuku (MBantep, Kopocos, 2010). JTaHHbIe
ObUIM TPOBEPEHBI HA HOPMATBHOCTD pacIipeesieHus C
ncnonbk3oBaHeM Kpurepus Llamipo—Yunkca. MHo-
roakTOpHbI aUCHepcUOHHbIN aHam3 MANOVA
ObUI MPUMEHEH JUIS1 OLIEHKU CTETeHU BIUSIHUS (hakTo-
pPOB (PEXUM OCBEIIeHUS, TPUHAJIEXKHOCTb K TPYIIIe
(peXXuMbl OCBEIlIEHUSI 1 KOPMJIGHUsI) U J1ata oTOopa
Mpo0) Ha aKTMBHOCTb UccienyeMbix epMeHToB. st
CpaBHEHMSI BbIOOPOK IO UCCIEAYEMbIM MOKa3aTeasiM
ucroJib3oBau TecT Kpackena—Yosnuca ¢ nocieny-
IOIIMM CpaBHEHHEM BBIOOPOK C MCMOJb30BaHUEM
Kputepust ManHa—YutHu. [nsa M3ydyeHus: B3aMO-
CBSI3U MEXNY 3HAYEHUSIMU aKTUBHOCTU (DEPMEHTOB
M MacCcoii 0co0eil UCITOIb30BAJICSI KOPPEIIIIUOHHBIN
ananu3 Ilupcona. Bce pe3ynabraTrhl cunTaINCh 3HA-
yuMbIMU TIpH p < 0.05. Bce nmaHHbIe MpencTaBieHb
kak M = SE.

AxmueHocmb hepmenmoe 6 mMuluyax
€e201emK08 10CoCst

CorlacHO JWCIIEPCUOHHOMY aHaiu3y, YPOBEHb
aKTUBHOCTU BCEX McClIenyeMbIX (PepPMEHTOB B MBIIII-
11aX 3aBUCeJ OT PeXXKMMOB OCBEIIEHUS] U KOPMJIEHUS
(MpUHAIIEXXHOCTH K SKCTIEpUMEHTAILHO rpyIiIe) u
BpeMeHU oTOopa nmpoo6. AkTuBHOCTh 11O B MbIIIIax
yepes Mecs1l OT Havyasa Mcciae1oBaHus (B OKTSIOpe) Obl-
J1a Hrke 'y ocobeii B rpyrire Ect® K/ o cpaBHeHMIO C
rpynrioit 24C K1 u koHtposeMm (24C KK) (p < 0.05,
puc. la), u B HOsI0pe HabMonaIach TEHAEHIUS K 00-
Jiee HU3KUM 3HaueHusiM akTuBHocTu 11O y ceroser-
KOB JIOCOCSI B TPYIIIIE C €CTECTBEHHBIM OCBEILICHUEM.
B okTs6pe ypoBeHb akTUBHOCTH 11O B MEBIIIIIaX pEIO
B IpyIINax ¢ MOCTOSSHHBIM OCBEIIIEHUEM YBEJIUYUIICS
10 CPABHEHMIO C MPEAbIAYILIIUM MECSIIEM, a B TPYyIINe
C €CTECTBEHHBIM OCBEIIIEHUEM 3TU U3MEHEH ST OOHa-
PYXUBaJINUCh TOIBKO B HOSIOpe (puc. 1a). AKTMUBHOCTh
IO B MbIlILIaX CETOJIETKOB JIOCOCSI U3 BCEX UCCIEMY-
€MBbIX TPYMI YBEJUYMBAJIACh OT CEHTSIOPST K HOSIOPIO
(puc. 1a).

Campble HU3KME 3HayeHus akTuBHoctu JIJAI B
MBIILIAX PbIO B HOSIOpE ObLIN XapaKTePHbI 151 TPYTIIIbI
Ect® K/ 110 cpaBHEHMUIO C TPYIIIIAMU C TOCTOSTHHBIM
OoCBellleHreM, TIPU 3TOM JOCTOBEPHBIE pa3INYUs
ycraHoBJieHsbI ¢ rpynmoit 24C KJI (p < 0.05, puc. 16).
AxtuBHOCTh JIJII' moBBIITaIack BO BCEX MCCIEOye-
MBIX IPYMITaX CErOJIETKOB C KaXIbIM TTOCJIEIYIOIIUM
MecsueMm (puc. 16).

ITo ypoBHIO aKTMBHOCTU ajibA0Jia3bl B MbIIIIIIAX
0oco0ell pa3nuuust MEeXIy TpyIaMu ObIJIU YCTaHOB-
neHsl B Hostope (p < 0.05, puc. 1B). I1pu aToM 3Hage-
HUSl aKTMBHOCTU 3TOro (hepMeHTa y pblO B IpyIine
Ect® K]l 0611 caMbIMU BBICOKMMM, a B Tpytine 24C
KK — cambimMu Huzkumu (p < 0.05). 3HavyeHus ak-
TUBHOCTHU aJIbJ10J1a3bl B MbIIII1IaX 0CO0€i MOCTENEHHO
YBEJIMYUBAINCH C KaXKIbIM TTOCJICAYIOIIUM MeCsSeM
BO BCEX UCCIIEAYEMBIX I'PYIIIIAX CETONIETKOB (puc. 10, 1B)

Hab6monanack monoxXuTeIbHast KOPPESILIIs aKTHUB-
Hoctu 11O ¢ Maccoit 1 WMHOiT peIO (C JOCTOBEPHBIM
sHayeHneM mrst rpynibsl 24C KT (p < 0.05, Ta6m. 2)).
YcTaHoBIeHA MOJIOXUTEIbHAsE KOPPEJISILUs YPOBHS
aktuBHOocTU JIII" 1 anpgoia3bl B MBILILIAX C MaCCOM
nococs Bo Beex rpynmax (p < 0.05, Tadi. 2).
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Puc. 1. OTHOCUTENIbHASI aKTUBHOCTD (PEPMEHTOB B MBIIIIAX aTJIAaHTUYECKOTO JIococsT Salmo salar B TpyIax, BEIpalliBacMbIX
C pa3HbBIMU pexXuMamu ocBetieHrst u kopmieHus (24C KK — pexxuM ocBellieHs IIOCTOSTHHBIN, KOPMJIEHUE KPYTJIOCYTOYHOE;
Ect® K]JI — ecTrecTBeHHBII (hoTOMEpHoa, KOpMIIEHHE B CBeTI0e BpeMs cyToK; 24C KJI — pexxuM oCBelleHNSsI TOCTOSIHHBII,
KOpMJIEHHE TIPOBOIUTCS TOJIBKO B CBETJIOE BPEMSI CYTOK): (&) IIMTOXPOM ¢ OKCcHuaasa, (0) JakraTaernaporeHasa, (B) ajipaoiasa.
Pazmaust mocroBepHsl 1pu p < 0.05: * — 1Mo OTHOIIIEHUIO K KOHTPOJIIO, # — B cpaBHeHMU ¢ Tpynmoit Ect® K/; a — 1o cpas-
HEHUIO CO 3HAYCHUSIMU B CEHTSIOpE, O — 10 CpaBHEHUIO CO 3HAYSHUSIMU B OKTSIOpE B COOTBETCTBYIOLIEH TPYyIIITE.

AxmueHocmo gpepmenmos
8 neueHu ce2onemKo8 10CoCs

AKTHBHOCTB BCeX UCCIIEAYeMBIX (PepMEHTOB B TIe-
yeHu pbid (kpome JIIT') 3aBucena ot Mecsiia uccie-
noBaHus. B HosOpe aktnBHOCTE 11O B 11eyenu puio B
rpyrme Ect® K/I 6b11a Bhilre, yem B rpyrire 24C K]
(puc. 2a). B okTs0pe ypoBeHb akTuBHOCTH 11O B ne-
yeHu y pb10 13 rpynn Ect® K u 24C K1 cHuKancsa
10 CPaBHEHMIO C IPEOBIAYIINM MecsneM (puc. 2a). Y
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pBIO B IPYIINE C €CTECTBEHHBIM OCBEIIICHEM aKTUB-
HocTh 11O 3HauMTeNIbHO MOBBIIANIACH B HOSIOpE, TO-
rna kak B rpynme 24C KJI ocrtaBajach Ha TOM Xe
ypoBHe (puc. 2a). YpoBeHb aktuBHOCTHU 11O B 1eue-
HU pbIO B rpyraie 24C KK He u3MeHsIcs 3a Iepuof
HCCIeOBaHUSI.

Ha aktuBHOCTh I1K oOKa3wbiBan BaustHUE (pakTop
MPUHAIEXXHOCTU K MCCIIEAYyeMOU rpyrme. YxKe dye-
pe3 Mecs1l mocje Havyasa 3KCIiepuMeHTa (B OKTSIOpe)
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Puc. 2. OTHOCUTE/bHASS aKTUBHOCTb (DEPMEHTOB B IMEUEHU aTJAaHTUYECKOTO Jlococst Salmo salar B rpymiax, BbIpallluBaeMbIX C
pa3HBIMU pexXruMaMM ocBellieHusT U KopmiieHus (24C KK — pexkuM ocBelleHUs TIOCTOSIHHBIN, KOPMJIEHUE KPYTJIOCYTOYHOE;
Ect® K]I — ecrecTBeHHBII (hoTOIEPUO, KOPMIIEHNE B CBeTIOoe BpeMs cyToK; 24C KJI — peXXuM OCBeIleHUsI TTOCTOSIHHBII,
KOpMJICHUE TTPOBOIMUTCS TOJIBKO B CBETJIOE BPEMsI CYTOK): (2) LIMTOXPOM ¢ OKCcua3a, (0) mupyBaTkrMHa3a, (B) JaKTaTAeruIpo-
reHasa, () DOK030-6-docdarnernaporenasa, (n) 1-mmuepodocdatnernnporeHasa, (e) aipaoyiaza. Pazanuust 1ocTOBepHBI
ripu p < 0.05: * — 10 OTHOIIIEHUIO K KOHTPOITIO, # — B cpaBHeHMM ¢ Tpynmoit Ect® KJI; a — mo cpaBHEeHMIO CO 3HAYCHUSIMU B
CEHTSIOpe, 6 — MO0 CPaBHEHUIO CO 3HAYCHUSIMU B OKTSIOpE B COOTBETCTBYIOIIEH TpyIIIie.

akTuBHOCTH I1K ObL1a HUKE B TIEUEHU CETOJIETKOB B
rpyrme Ect® KJI mo cpaBHEHUIO ¢ ppI6AMU U3 TPYIT
¢ nmocTtossHHBIM ocBelieHueM (p < 0.05, puc. 20). B
oKkTsI0pe ypoBeHb akTuBHOCTU IIK y pbIO B Trpyrime
Ect® K] 6bI1 HIKE IO CPABHEHUIO C TIPEIBITYILIM
mecsueM. YpoBeHb aktuBHocTu I1K B rieyeHu y ce-
TOJIETKOB BO BCEX IPYMIIax YBEJIMUMUBAJICS K HOSIOPIO
(puc. 20).

AKTUBHOCTb ajibJl0j1a3bl Obla BBIIIE B IE€YEHU
mojionu jgococs B rpynmnax Ect® KJI u 24C KJI o
cpaBHeHUIO ¢ peioamu u3 rpymirbl 24C KK B Hos16pe
(p < 0.05, puc. 2e). Y ocobeii, BeIpallliBaeMbIX IIpU
MOCTOSIHHOM PEXUMe OCBEIIEHUS U KPYIJIOCYTOY-
HoMm kopmieHun (24C KK), B HosiOpe ypoBeHb ak-

TUBHOCTU aJIbA0Ja3bl OB HUXKE, YeM B TIpEAbIAYIIIE
Mecsubl (p < 0.05).

MeXTpyIIIOBBIX pa3IUIUil IO YPOBHIO aKTUBHO-
crtu pepmenTos 1-I'OAT u I'-6P-HF B neueHn MOJIO-
I pbIO He OOHapy:keHO (puc. 2r, 21), OMHAKO 3HA4Ye-
HUS OTUX TT0Ka3aTesieit y ocodeil 3 BceX NCClIeayeMbIX
TPy U3MEHSUIMCh Ha MPOTSDKEHUM 3KCIeprMeHTa
(ceHTIO6pb—HOSI0pL). AKTUBHOCTD [-6-D/II" B neye-
HU TIOBBIIIAJIACH B OKTSOpE W OCTaBajach Ha TexX ke
ypoBHSIX B HOs10pe (p < 0.05, puc. 2r). YpoBeHb aKTHB-
Hocty 1-T'®JII" B meyeHn puIO BO BCeX IPyIINax B OK-
TAOpE CHIKAJICS IO CPAaBHEHUIO C TAKOBBIM B CEHTSIO-
pe U ocTaBaJjicsi Ha TOM e YpoBHe B Hosiope (p < 0.05,
puc. 2m).
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OBCYXIEHUE

AxmueHocmob hepmeHmos 6 Mblullax
ceconemKo08 10Cocs

CorlacHO MOJIYYEHHBIM JTaHHBIM, HaWOOJbIIN
CpeIHU MPUPOCT MACChl Ha TPYIIMY ObLJT yCTAHOBJIEH
Yy CEroJIeTKOB JIOCOCSI, BBIpAIIEHHBIX MTPU MOCTOSIH-
HOM OCBEIlIEHUU. 3a BeCh Iepuod UCCAeTOBaHUS
npupoct coctaBu 14.1 £ 0.1, 122+ 0.2, 13.1 £ 02ry
pb16 u3 rpynn 24C KK, Ect® K/ 1 24C K]I cooTBeT-
cTBeHHO. PaHee ObLIO BbICKa3aHO IIPEANOJIOXEHUE
(Wootton, 2011), 4TO IIOBBIIICHHBIE TEMIIBI POCTa
pBIO MOTYT OBITH OOYCIOBJIEHBI PSIOM (haKTOPOB:
yBeJIMYEHWEM CBETJIOrO Ieproja BpeMeHM, Koraa
pPbIOBI aKTMBHO MUTAIOTCS, M U3MEHEHUSIMU B HEHpo-
SHIOKPUHHON PEryJsiiU TIPOLIeCCOB, CTUMYJIUPYIO-
IIMX allleTUT U MUILEeBOe TTOBEAEHUE 0CO0El, 1 BIUS-
IOIIMX Ha MEeTabOJIM3M TaKUM 00pa3oM, YTO SHEPTeTU-
YeCcKHre pecypchl HAMPaBISIIOTCS TPEUMYILIECTBEHHO
Ha MPUPOCT MacChl TeJia, a He Ha Ipyrue IyTH oOMeHa
(B 9aCTHOCTHU, TEHEPATUBHOTO).

INoka3aHo, YTO ypOBEHb aKTUBHOCTH BCEX UCCIIEY-
eMbIX (hepMEHTOB B MbIIIIIAX PbIO U3MEHSLIICS B 3aBUCH-
MOCTHU, KaK OT UCTIOJIb3YEMBIX PEKMMOB OCBEIIIEHUS U
KopMmJieHUsI (TTPUHAIJIEXKHOCTD K 9KCIIEPUMEHTAIbHOM
rpymnre), Tak U OT BpeMeHU oToopa Mpo0. 3HaAYEeHUS
akTuBHOCTU 11O yKa3bsIBaloT Ha 00Jiee BHICOKHMI YpO-
BE€Hb a3pOOHOTO OOMEHA B MBIIIIIAX 0COOE U3 TPYIIIT
C MOCTOSIHHBIM OcBellleHueM. bosiee Toro, ypoBeHb
a’poOHOro oOMeHa B MBIIIIIAX PBIO B rpyIIiax ¢ Mmo-
CTOSTHHBIM OCBEIIIEHMEM BO3pacTall C KaXIbIM Mecsi-
1IEM, a B TPYIIIEe C €CTECTBEHHBIM OCBEIIEHUEM 3THU
M3MEHEHUSI OOHapyXWBaJIMCh TOJBKO B HOSIOpE.
HMmeroTcst cBeieHUsI O TOM, YTO CBET MOXKET BJIMSTH
Ha POCT PbIObI ABYMSI CITOCOOAMM: CTUMYJIMPYS KOp-
MOBYIO aKTUBHOCTb U TOBBIIAS 3(PPEKTUBHOCTD
KOHBEPCUM TMOCTYMAIIUX MUTATEJbHBIX BEIIECTB
(Boeuf, Le Bail, 1999; Biswas et al., 2005). Takum 06-
pa3oM, BO3MOXHO, YTO JOCTYITHOCTb KOpMa U BbICO-
KW ypOBEHb a3p0OOHOTO 0OMEHA MTO3BOJISIIOT phiOaM,
BBbIpAIIMBAEMbIM TIPU MOCTOSTHHOM OCBEIIEHUU, UC-
M0JIb30BaTh YHEPTUIO HE TOJBKO ISl TIOAAEPXKaAHUS
OCHOBHOTO OOMeHa BellleCTB U (U3NUYECKOIl aKTUB-
HOCTHU, HO U B Tpolieccax OMOCUHTE3a CTPYKTYPHBIX
U PE3EPBHBIX COEAMHEHUIA B MBIIIIIIaX, KOTOPbIE Tpe-
Oy1oT 6oJibiIoro Koauuectsa AT®. DTu pe3ynbTaThl
CONIACYIOTCSI C JAHHBIMU, MTOJIYYEHHBIMU JJ151 MOJIO-
JI1 JIOCOCS1, BBIPAIIMBAEMOI B YCIOBUSIX MTOCTOSTHHO-
ro ocBellleHUusi Ha BbIrckoM pbIOOBOAHOM 3aBOje
(paiton benoro mopst) (Churova et al., 2020). YpoBeHb
a’p0oOHOro 0OMEHa B MBILIIIAX CETOJIETKOB JIOCOCS U3
BCEX UCCeAyeMbIX TPYIIN ObLT HanboJjiee BHICOKUM B
HOsIOpe, U MpY 3TOM HaOJoAaIach MOJOXUTEIbHAS
Koppensuusa aktuBHoctd IO ¢ maccoif m mianHoMi
pbi0. IloBbiieHue akTuBHOCTM L[O Takke MoOXeT
ObITh CBSI3aHO C MOATOTOBKOI MOJOAM JIOCOCS K
cmontudukanuu (Churova et al., 2017). Tak, onpene-
JICHHBIE MTOKAa3aTeJIu JTUTTMIHOTO OOMEHa, NCCIIeIOBaH -
HbI€ y CETOJIETKOB JIOCOCSI B 3TOM K€ IKCIepUMEHTe
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(MypsauHa u ap., 2023), cBUIeTeIbCTBOBAIM 00 MHUII-
allMu ITPOIIECCOB ITONTOTOBKM K CMOJITA(DUKAITHM.

Hwuskuii ypoBeHb aHa3pOOHOTO OOMEHa, coriac-
HO JaHHBIM 110 akTUBHOCTU JIJII' B MbIlIIIaX pHIO B
HOs1I0pe, 66T XapakTepeH miis rpynibl Ect® KJI. Pa-
Hee IMOI00HbIE Pe3y/IbTaThl ObLIN IMOJIYUYEeHbBI IS Ce-
TOJIETKOB JIOCOCSI, BBIPAIIIMBAEMBIX B YCIOBUSIX BhIT-
ckoro peiooBogHoro 3aBoma (Churova et al., 2020),
IpY 5TOM Macca pbIo 1 YpOBEeHb aHA3pOOHOTO 00Me-
Ha MBILIL OBIJIM BBIIIE Y PbIO, B3SITHIX IJIs1 OMOXUMMU-
YeCKOro aHajM3a CIIyCTS MECSI] I10Ce BKIIOYCHUS
MOCTOSTHHOTO OCBEIIIEHHUSI 110 CPaBHEHMIO C KOH-
TPOJbHOU Trpynmnoii (6e3 TOMOJTHUTEIbHOTO OCBEIIIE-
Hust). Takum o6pa3oM, BEICOKMIA YpOBEHb aHA3PO0-
HOro oOMeHa MBI KOPPETUPOBaI C BHICOKOU CKO-
pocThlo pocTa pbi0. ITocTosTHHOE OCBEIIEHUE MOTJIO
KOCBEHHO ITOBJIMSITh Ha TEMIIBI IIPUPOCTA MBIIIEYHOM
MaccChl PbIO MOCPEICTBOM CTUMYJISILIUM WX ABUTATEIb-
Hoit aktuBHOCTH (Boeuf, Le Bail, 1999). AHaspoOGHbIii
IJIMKOJIN3 SIBJISIETCSI OCHOBHBIM MEXaHU3MOM, KOTOPBIIA
o0ecrnieurBaeT dHEPruell MBIIICUHbBIE COKPAILIEHUST BO
BpeMsI PbIBKOBOTO ruiaBaHus. [ToBbIIIIEHHE aKTUBHO-
ctu JI/II' y MaJIbKOB JIOCOCS CBSI3aHO C HEOOXOIMMO-
CTBIO OOeCTIeUeHUST SHEPTeTUISCKUX ITOTpEeOHOCTEH pa-
OOTAIOIINX MBI IIPY ABVKEHUM PhIOBLI IIPOTUB TEYe-
HUSI BO BpeMsI IBUTATEIbHONM MMUIIEBOI aKTUBHOCTU.
IMonoxuTenbHast KOPPEeIsus MEXIYy aKTUBHOCTbHIO
n3odepmenTa JIAT-A4 B MbIlILaX U yBEJIUUYEHUEM
MEbIegHoM Macchl (Ahmad, Hasnain, 2005), a Takske
Mexay ob1eit aktuBHOCThIO JIIT 1 cKopocThio ma-
BaHwus (Guderley, 2004) Obl1a MokKa3zaHa ISt HEKOTO-
PBIX BUOOB PHIO.

[MonoxuTenbHas KOppelsius YpOBHS aKTUBHO-
ctu JIII' B MblIII1ax ¢ Maccoii JIococst BO BCeX IPyII-
rax, BEposiITHO, CBsI3aHa C BO3pacTalolieii moTpeOHOo-
CTBIO B DHEPreTHUYECKOM OOECIEUEHUM IIPOLIECCOB
pocTa phI0 Mo Mepe YBEJIMYEHMsI UX MacChl 1 MjiaBa-
TeJIbHOM akTuBHOCTU. ComacHO pe3yJibTaTaM WC-
cJienoBaHUIl, IPOBENCHHBIX Ha ISITHUCTOM 3yOaTKe
(Imsland et al., 2006), atnantuaeckoii Tpecke (Cou-
ture et al., 1998; Koedijk et al., 2010), moiogu caiimbl
(Mathers et al., 1992), panyxHoii dopenu (Uyposa
u np., 2010) m amumakax nococsg (Yyposa u map.,
2015), aktuBHOCTB JIAT B O€JIbIX MBILILIAX PHIO TOJIO-
XKUTEIHbHO KOPPEIUpyeT C TEMIIAMM UX POCTa, a TaK-
K€ ¢ MacCcoi U IJIMHOM Teia.

AJlbiojia3a B MBIIIIAX XapaKTepUu3yeT YpPOBEHb
UCITOJIb30BaHUsI yriaeBoaoB B rukoyuse (Llewellyn
etal., 1998) u B nocienyoleM a3poOHOM U aHA3POO-
HoMm cuHTe3e AT®D. 3HaueHMsT aKTUBHOCTU 3TOTO
¢depmeHTa B HosiOpe y pbi6 B rpyrine Ect® K] 6bu1un
caMbIMU BeICOKMMU, a B rpyriie 24C KK — cambiMu
HM3KMMU. MOXHO TIpEINoOJIOKHUTh, 4TO Y PBIO M3
TPYIIBI ¢ €CTECTBEHHBIM OCBEIIeHUEM B SHEPIreTH-
YyecKoM OOMeHe MPEeuMYIIECTBEHHO WCIOJIb3YIOTCS
YIJIEBOJIIBI, B TO BpeMsI Kak y pbI0 u3 rpynnbl 24C KK
JUTSL 9TUX 1ieJield MOTYT pacXoaoBaThecs U Apyrre cyo-
crpathl. Tak, cornacHo uccienoBaHuto (Myp3uHa
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u 1p., 2023) B paMKax o0CyXKaaeMoro 3KCIIeprUMEHTa
ObLJIO YCTaHOBJIEHO, YTO 3HAYE€HWE COOTHOIIEHUS
SHEPTreTUIECKUX JTUTIUIOB K CTPYKTYpHBIM — TAT/DJI
JIOCTOBEPHO HIKE Y CErojIeTKOB M3 “KOHTpOJIs”
(24C KK), uTo yKa3bpIBaeT Ha yCUJIEHME SHEpreTude-
CKOro oOMeHa M Ha y4yacTue UMEHHO 3aIlacHbIX JI1-
MUJI0B B MOMJIEPXKaHUU SHEPIeTUUECKUX MOTPEOHO-
cTeit opraHu3Ma B 3TOT TTEPUOI.

Jnnamuka n3MeHeHuii aktuBHoctr JIJII 1 amb-
JIOJ1a3bl 3a MEPUO UCCIEAOBAHMS U TTOJOXKUTEIbHAS
KOppeJILs 3TUX IMoKa3aTtelieil ¢ Maccoil pbIO MOXET
YKa3bIBaTh HAa YBEJIMYEHUE UCITOIb30BaHUS YIJIEBOIOB
B aHA’POOHOM IIMKOJIM3€ 10 Mepe TOro, Kak pbloa Ha-
OGUpaeT Bec, UTO JOCTUTAETCS 32 CUET MOBBIILIEHUS TTH-
ILIEBOI1 aKTMBHOCTU CETOJICTKOB, COAEPKAILIUXCS TIPU
nmoctossHHOM ocBelieHuU (Boeuf, Le Bail, 1999).

B Hamem paHHeM McCliefOBaAaHUU BJIUSTHUS CBETO-
BBIX PEKMMOB Ha POCT CETOJIETKOB JIOCOCS B YCJIOBU-
SIX €CTeCTBEHHOIO KoJjiebaHus TeMIlepaTyp B CeBep-
HoM peruoHe (Churova et al., 2020) akTUBHOCTbD ajib-
Jojla3bl B MBIIIAX OblIa BbIIe Y 0cOOEil B Ipyrine,
cojepKallleiicsl Mpu MOCTOSTHHOM OCBEIIEHUU B Tie-
puon C CeHTSOpsl 10 KOHIIa OKTS0psi. BepositHO, B
YCJIOBUSIX YMEHBIIIEHUSI CBETOBOTO ITHSI OCEHbIO, NO-
MOJTHUTEJIbHOE OCBEIlEHNE MO3BOJISIO phibaM Jiydliie
BUJIETb KOPM U aKTMBHEE IUTAThCS 10 CPaBHEHUIO C
MOJIOIbIO, BbIpAILIMBAEMOM MPU IPYTUX PEXKUMaX OCBE-
meHus. CrienyeT OTMETUTb, UTO IO CPaBHEHUIO C
JaHHBIMU HACTOSIIIIETO MCCEA0BaHUSI, aKTUBHOCTh
aJibI0J1a3bl BO BCEX TpyTNax MOJIOAU JIOCOCS, BbIpa-
muBaeMoii Ha Beirckom prr63aBoae (pernoH benoro
MODSI), CHU3WJIACh K KOHILY OKTSIOpsI, YTO, OUEBUIHO,
CBSI3aHO CO CHMXXEHUEM KOPMOBOI aKTMBHOCTU U
yYMEHbIIIEHEeM KOJIMYECTBA MT0JJaBaeMOro KopMa npu
CHVMXKEHUU TeMIlepaTypbl BOIbI. YCIOBUSI TTOCTOSTH-
HBIX TeMrepaTyp B roxkHoM peruoHe (CeepHast Oce-
TUS-AJIaHUSI) TIO3BOJISIIOT CEeTOJIeTKaM MPOJ0IXKaTh
aKTUBHO MMUTAThCS U PACTU B OCEHHUI TIEpUOI.

Axmuerocms hepmenmos 6 newenu
€e201emK08 10Cocst

YcTaHOBJIEHO, YTO aKTMBHOCTH BCEX HCCIEaye-
MBIX (pepMeHTOB B ItedeHu puio (kpome JIJII') name-
HsIJIach B 3aBUCUMOCTH OT Mecslia UCCAeI0BaHus, a
Ha akTuBHOCTB 1K oka3bIBaj BIUsIHUE TakKke U pak-
TOp IIPUHAMIEXHOCTH K UCCISAYEMOM TpyIIIe. YKe
yepes3 MecsII TTociie Havaya SKCIIepuMeHTa (B OKTSI0-
pe) B medueHu ceroyieTkoB B rpynme Ect® KJI akTus-
HocTb I1K Ob1a camMoit HU3KOM 110 3HAYEHMIO, a TaK-
ke HabJronasach TEHASHIIMS K CpaBHUTEJILHO 0oJjiee
HU3KoMY ypoBHIO 11O, 4TO Takke COINIacOBBIBAJIOCH
C HM3KOM aKTMBHOCTBIO 3TOTO (pepMeHTa B MBIIIIILIAX.
MoxHO cnenaTh NPearnoaokKeHue, YTO y CerojeTKOB
IPU €CTECTBEHHOM OCBEILICHUN HIKE MHTEHCUBHOCTh
00pa3oBaHMsI IIMPyBaTa 1 UCITOJIb30BaHMS €70 B a3p00-
HoM cuHTe3e AT®D. Takue paznuums B aktuBHocTu [TK
HaOJIIOAAJIMCh TOJIBKO B IIEPBBI MECSII UCCIICTOBAHMS.
CornacHo nanHbeIM MeToH ¢ Kojuieramu (Meton et al.,

1999), ypoBeHs aktuBHOCTH 1K B ITIeueHI oTpaxaeT
YCJIOBUSI KOPMJIEHUSI, B YaCTHOCTH, OH CHIXKA€eTCsI BO
BpeMs TojiogaHus pbio. Bo3aMOXHO, 4TO B pe3ybTaTe
BBEIEHUSI HOBBIX YCIIOBUIA BhIpAILMBAHMSI, CBI3aHHBIX
C OrpaHMYCHUEM BPEMEHM OCBEIICHUS M U3MEHEHUEM
pekrnMa KOpMJIeHUSI (TOJIBKO B CBETJIOE BPEMSI), Y CETO-
neTkoB u3 rpymuibl Ect® KJI B mociieayroieM npouso-
1U1a IePeCTPOiiKa MeTaboJIM3Ma, YTO MOLJIO IIPUBECTU
K CHVDKEHUIO MHTEHCUBHOCTU TUTaHus1. CBET SIBJISI-
€TCsI U151 JTOCOCS 00s13aTeIbHBIM YCJIOBUEM IS ITUTA-
HHsI, OH HEOOXOmUM IIJIST TIOMCKa nuinr. BeposTHoO,
YTO, KOIZA KOJIMYECTBO €CTECTBEHHOIO CBETa YMEHb-
IIAETCSI, MOJIOb, BEIPALLIBAEMAsT IIPU BBEACHUU B TEX-
HOJIOTMYECKUIA 1IUKIT TOTOJIHUTEIBHOIO MOCTOSIHHOTO
OCBEIIEHMSI, TIOJTyYaeT JOCTaTOYHOE KOJIMYECTBO KOP-
Ma. IMEIOTCsI CBEIEHUSI O TOM, UTO YBEJIMUYEHUE IIPO-
JOJDKUTEJIbHOCTH CBETOBOTO [IHSI BBI3bIBAET IOBBIIIIC-
HUE YPOBHS TOPMOHA pocTa (COMaTOTPOIMHA) Y aT-
JaHTudeckoro jjococs (Bjornsson et al., 1989), uto, B
CBOIO O4Yepelb, IIOBBIIIAET IUIABATEbHYIO AaKTHB-
HOCTb U aIlleTUT PbI0 U CTUMYJIHUPYET UX IUIIEBYIO
AKTUBHOCTD.

YpoBeHb a’poOHOro oOMeHa B MEYEHU PHIO B
rpynne Ect® K]/l noBbiiancsg K HOSIOp1o 1 ObLI BbI-
me, yeMm B rpymnne 24C K. CiaenyeT oTMETUTD, 4TO
ypoBeHb akTuBHOCTH 1K B IIeyeHr y ceroyieTkoB BO
BCEX TIpyNIax yBEJIWYMBAJICA K HOSIOpIo (puc. 20).
ITpu aToM y oco6eii B rpyriie Ect® KJ/I, akTMBHOCTb
[1K yBenmmumBagachk BMecTe ¢ akTuBHOCTBIO 11O, uTo
TOBOPUT 00 YCWJIECHWM WHTEHCUBHOCTH a3pOOHOIO
nyTa mmkoausa. Y ocobeit B rpymrme 24C KK, Tak
Xe, Kak 1 B rpynne 24C KJI, ypoBeHb aKTUBHOCTH
1K x HOS0pIO TTOBHIIIAJICS, 2 YPOBEHb aKTUBHOCTH
IO He u3MeHsIcsa. DTO MO3BOJISIET MPEANOI0XUTb,
YTO MOBBIIIAETCS MTHTEHCUBHOCTh OOpa30BaHMs M-
pyBata, KOTOPbIi1 MOXET MCIOJIb30BaThCs KaK B a3p00-
HoM cuHTe3e AT®D, Tak 1 B KaYecTBe MPeaIlIeCTBeHHU-
Ka JUIST CUHTEe3a KUPHBIX KucaoT (Meton et al., 1999).
Ha 310 yKa3bpIBaioT 1 JaHHbBIE aHAJIOTUYHOTO SKCIIEPU-
MmeHTa (Myp3uHa u 1p., 2023), mokazaBIliie yBeaude-
HIE y CETOJIETKOB K HOSIOPIO coaepxKaHMsT HEKOTOPBIX
KJIaCCOB >KMPHBIX KHCJIOT, B TOM YHCJI€ CBUACTEIHCTBY -
IOIIMX O Hayaje MOATOTOBKM JOCOCEN K CMONTUDU-
Kalluu.

Oco6u, BeIpaliiBaeMbIe IIPU IIOCTOSTHHOM PEXU-
M€ OCBEUIEHUSI U KPYIJIOCYTOYHOM KOPMJIEHUU
(24C KK), K0 BTOpOMY MeCSIITy UCCIEAOBaHUS OTJIN-
YaJINCh OT TAKOBBIX U3 APYTUX TPyl 6ojiee HU3KUM
YPOBHEM aJIbI0JIa3hbl B MEYEHU, a TaKXKEe B MBIIIIIIAX,
uyTto, Kak u3BecTHo (Llewellyn et al., 1998), yka3siBaeT
Ha CHMXKEHUE YPOBHSI MCMOIb30BAaHUS YIJIEBOAOB B
5HEProo0eCcneYeHUH MBILUIL U UHTEHCUBHOCTH [JII0-
KOHeoreHes3a B TTIeUeHU.

3HaueHus1 akTuBHOCTU (epmeHTOB 1-I'DATI u
I'-6-®I" u3 Bcex uccliemyeMbIX IPYMHIT U3MEHSUINCH
Ha TIPOTSKEHUU BKCIepUMeHTa (CeHTsIO0pb—HO-
a6pp). [-6-OAI saBmsteTcsd KIIOYEBBIM (PepMEHTOM
neHTo3ogocharHoro MyTu, B KOTOPOM MPOMCXOIUT
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o0pa3oBaHMe IIEHTO3 U TEHEPUPYETCSI BOCCTAHOBUTEIIh
B ¢opme HAJDPH, ucnonp3yioiuiicada B peaklUsIx
OMOCHHTE3a XXUPHBIX KUCJIOT, XoiectepuHa (Tian et al.,
1998). [Nosermenne aktuBHOCTH [-6-DJIT" B meyeHn
JIOCOCEI B OKTSIOPE MOXKET CBUAETEILCTBOBATD O TOM,
4YTO IJII0KO03a ucrojibdyercss B IIMDIT u ganpHeNmmx
MMyTSIX OMOCUHTE3a, B YaCTHOCTH B IIPOLIECCAaX CUHTE-
3a kupHbIX KuciaoT (Meton et al., 1998; Gauthier
et al., 2008). Ponp 1-T'DJII" B meyeHu cBs3aHa IJIaB-
HBEIM 00pa3oM C IMpoleccoM 00pa30BaHUS TJIULIEPO-
docdara 13 yriaeBoaoB, KOTOPHIN MCITONb3YETCS IS
CUHTE3a CTPYKTYPHBIX U 3amacHbIX jgunuaoB (Har-
mon, Sheridan, 1992; Treberg et al., 2002). YpoBeHb
akTtuBHOCTU 1-I'D/II" B meyeHu pbIO BO BCEX IPYIITIax
B HOSIOpE 1 OKTSIOpe ObLT HICKE, yeM B ceHTsA0pe. T1o-
3TOMY MOXHO MPEINOJOXUTh CHIDKEHUE YPOBHS HC-
MOJIb30BaHUSI IIPOMYKTOB pacIiaaa YIJIeBOIOB B AW/ -
HOM OOMEHE y MCCIIeyeMbIX 0CcOo0ei Ha TPOTSIKEHUN
SKCIIepUMEHTa 10 CPaBHEHUIO C IIepPBOHAYAILHBIMU
3HAYCHUSIMH B CEHTSIOpE. DTU pe3yIbTaThl COINIACY-
IOTCSI CO CHMDKEHUEM COAEePXKaHMST OOIIUX JIUTMHUI0B U
OCHOBHBIX JIMIIUIHBIX KJIACCOB Y CETOJIETKOB JIOCOCS B
aHaJIOTUYHOM 2KcnepumenTe (Myp3uHa u ap., 2023).

SAKJIIOUEHHME

PesynbTrarsl MccienoBaHus yKa3bplBalOT HA TO, YTO
IMOCTOSIHHOE OCBEIIIEHHE OKa3bIBAJO TMOJOXUTEIb-
HOE BJIMSHUE Ha IIPUPOCT MACChI CETOJIETKOB JIOCOCST
B IIPOLIECCE PA3BUTHS, UTO COIVIACOBBIBAJIOCH C IIOBBI-
IIIEHUEM YPOBHSI a®pOOHOro obMeHa B MBIIILAX U
YCHJICHWEM MCIOJIb30BaHUS YIJIEBOIOB B IIIMKOJIM3€E
B meyeHM puI0. [Topssmok KopMIiIeHHsI, KaK CaMOCTOSI -
TEJILHBIN (PAKTOp, HE IOBJIMSII Ha aKTUBHOCTH (hep-
MeHTOB. OIHAKO COYETAaHUSI Pa3IMYHBIX PEXKMMOB
OCBEILIEHMSI M KOPMJICHUST OKa3aIy BIUSHUE Ha Xa-
pakTep HCIOJb30BaHUSI CyOCTpaTOB B 3HEpPreTUYE-
CKOM OOMeHe B MBHIIIIAX M IIeYeHU. YCTaHOBJIECHA
MOJIOXUTEIIbHASA nuHaMuKa aktusHocTr 11O n JIIT B
Mmbinax U 11K B rmedyeHu ceroyieTKOB Jococeil u3
BCEX MCCJIEAYEeMBIX TPYIII B IPOIIeCCe POCTa 1 pa3BU-
THUSI C CEHTSIOPS IO OKTSIOph, CBUIETEIBCTBYIOIIAs 00
YBEJIUYEHUY YPOBHEN a9pOOHOTO U aHa3pOOHOTO 00-
MEHa B MBIIIIAX U INIMKOJIM3a B MIeYCeHU, HeoOX0oau-
MBIX I OCYIIECTBJICHMS IIPOLIECCOB OMOCHHTE3a,
CMOCOOCTBYIOIIMX POCTY 0cobeit U, BO3MOXKHO, MOJI-
TOTOBKE K CMOJITU(DUKAIINU.

IIpencraBieHHBIC B HACTOSILIEH padoTe pe3ysbTa-
ThI JONOJIHSIOT CBEICHUS O PO (aKTOPOB Cpedbl B
peanu3anuy OMOXMMUYECKUX amallTalii Y MOJOIU
JIOCOCEBBIX PBIO B YCIOBUSIX aKBAKYJIbTYPhI C YYETOM
KJIMMATUYECKUX M DKOJOTUUYECKUX OCOOEHHOCTEH
peruoHa.
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ABTOpBI BBIpaXalT DIyOoyaillyro OJIaromapHOCTh
mIaBHOMY pbiOoBony npennpusitusi M. ['opOyHOBY 3a Ky-
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The Influence of Different Lighting and Feeding Regime on the Activity
of Energy Metabolism Enzymes in Farmed Atlantic Salmon Fingerlings

M. V. Kuznetsova>*, M. A. Rodin', N. S. Shulgina', M. Yu. Krupnova',
A. E. Kuritsyn!, S. A. Murzina!, and N. N. Nemova!

! [nstitute of Biology of the Karelian Research Centre of the Russian Academy of Sciences,
ul. Pushkinskaya 11, Petrozavodsk, 185910 Russia

*e-mail: kuznetsovamvi@yandex.ru

The effect of constant and natural lighting modes in combination with different feeding regimes on the activ-
ity of energy and carbohydrate metabolism enzymes in the muscles and liver of salmon under-yearlings arti-
ficially grown in aquaculture in the southern region of Russia was investigated. The revealed differences in the
activity of the studied enzymes in under-yearlings indicate changes in the level of energy metabolism and the
use of carbohydrates in the processes of ATP synthesis and other biosynthesis pathways in muscles and liver,
depending on lighting conditions and in combination with the feeding regime. The high level of aerobic me-
tabolism in the muscles and the increased use of carbohydrates in glycolysis in the liver in salmon fingerlings
raised under constant light corresponded to their highest average weight gain. In individuals from all experi-
mental groups, changes in the activity of the studied enzymes were found in dependence on the time after the
start of the experiment, that indicated an increase in the levels of aerobic and anaerobic metabolism in mus-
cles and glycolysis in the liver, necessary for the biosynthesis processes during growth.

Keywords: photoperiod, Atlantic salmon, activity of enzymes of energy metabolism
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B paboTte BiepBbIe UCCIEAOBAIIM OPTaHU3ALIMIO TPOMOTOPOB T€HOB Pa3BUTHSI U TEHOB, HEOOXOTUMBIX JIJIsI
OOILIEKJIETOUHBIX DYHKUMI — “IOMAaIlIHero X03s1cTBa” KJIETKU B TIOJTHOM TeHoMe Drosophila melanogaster.
C noMoliibto 6MOMHMOPMATUYECKUX METOAOB MTOKa3aHO, YTO F'e€HbI, TPOMOTOPHBI KOTOPBIX PACTIOJI0XEHbBI B
MEXIMCKAaxX MOJUTEHHBIX XpPOMOCOM, 00OTaIlleHbl (hyHKIIMSIMU, CBSI3AHHBIMU C OOIIEKJIETOUHBIMU TPO-
1ieccaMM, TOra Kak ocTajabHas YacTh TeHOB (IIPMMEPHO TOJIOBMHA reHoMa Drosophila) cBsizaHa ¢ y3KOCTIe-
IIMaJTM3UPOBAaHHBIMU MPOIIECCAMU, IIPOUCXONSIIIUMU B X0/I€ Pa3BUTUSA. B MpoMOTOpHOiT 30HE TeHOB “H0-
MallTHETo X0351icTBa” 0OGHAPYXXEHO YeThIpe CIIeIM(MUUHBIX MOTUBA, KOTOPBIE MOTYT ITPUCYTCTBOBATh Y pa3-
HBIX TEHOB WHAWBUIYAIBHO WM B Pa3IMYHBIX KoMOMHaiusx. CyliecTBeHHas 4acTh MEXIMCKOBBIX
MPOMOTOPOB HE COAEPXKUT BBISIBICHHBIX MOTMBOB. AHaJIU3, TIpOBeIeHHbI ¢ TToMmonibio Gene Ontology,
ITOKa3aJl, YTO JIJII OTAEITBHBIX TPYTIT MEXIUCKOBBIX TEHOB, COAESPKAIIIMX B TPOMOTOPAaX ONMH MOTHUB WJIM UX
KOMOMHAIIMU, XapaKTepPHO BBIMIOJIHEHUE OMpeaeIeHHbIX (hYHKIIUIA.

Karoueswie crosa: TeHbl pa3BUTHS, TEHBI “IOMAIITHETO XO351i1CTBA”, IPOMOTOPHI TEHOB, MOTUBBI HYKJIEOTH -
JIOB B IPOMOTOpPaXx, MEXKIUCKHU, TUCKH, ITIOJIUTEHHBIE XpOMOCOMEI, Drosophila melanogaster

DOI: 10.31857/50475145023020064, EDN: XFKXAP

BBEAEHUE

Bckope 1iociie OTKpbITUS TTOJTUTEHHBIX XPOMOCOM
B 1934 1. Hayasjach OypHOE OOCYyXIEeHUE UX CTPYKTY-
pBI ¥ TeHeTndecKoii opranm3anmn, 1 H.K. Komsnos
(Koltzoff, 1934) cnenan psia npeamnooXeHui, KOTo-
pbie TIpUBJIEKJIM BHUMaHMWe HucciienoBateieil. OH
MEePBBLIM BBICKA3aJl TUTIOTE3Y O TOM, YTO XPOMOCOMBI
9TOTO TUIA COCTOSIT U3 MHOTUX HUTEM, T.€. OHU MHO-
rOHUTYaThle (MU MOJIUTECHHEIEC), KpOME TOrO, OH
MPENNOI0XKUI, YTO TeHbl HAXOOATCSI B MeEXIUCKAaX
MOJIMTEHHBIX XpoMocoM. TTociie aToro mpobieMbl re-
HETUYECKOM OpraHM3anuu MHTep¢a3HbIX XPOMOCOM
OKa3aJIMCh B LIEHTPE BHUMAHUS MHOTHX IeHETHKOB
Ha JOJITMe roabl. BhICKa3bIBali MHOTOYMCIICHHBIE
TUITOTE3hI, U3 KOTOPBIX XOTEJIOCH OBl YIIOMSHYTh TPU:
(Crick, 1971; Paul, 1972; Zhimulev, Belyaeva, 1975).
B 1miepBBIX IBYX aBTOPHI MPEANOIOXKUIN, YTO KAKIBII
reH 3aHUMAaeT JUCK U COCEIHUI C HUM MEXIUCK, aB-
TOPBI TPEThe il MPEATTOIOXUIN, YTO TeHBI JOMAITHETO

XO35IACTBA M TEHBI pasBuUTHA 3aHMUMarOT COOTBET-
CTBCHHO MCXKINCKHN N Pa3HbIC TUIIbI JUCKOB.

PaHee Hamu ObLT TIpeaIoKeH METONI OMTHOBPEMEH-
HOI JJOKanu3aluu AMCKOB U MEXIUCKOB Ha (husnue-
ckoit kapre JHK m Ha nmuTosornyeckoii Kapre, 4To
MO3BOJIUJIO COBMECTUTD PACIIONIOKEHUE TeHOB Pa3HbIX
TUHOB Ha XxpoMocomax 1 kKapte JAHK. Ha ciaenyroriem
3Tane, UCMHoJb3ys Pa3IinuMsl B CIIEKTpax OeJIKOB U MO-
IudUKalKil TMHCTOHOB B yUacTKax JIOKaIU3aluu TeHOB
pa3HbBIX TUMOB, pa3paboTaiu MaTeMaTUYEeCKyl0 MO-
Jesib opraHusanuu xpomatuHa (4AHMM) (Zhimulev
et al., 2014). C noMolIbIo 3TOif MOJEIN BeCh XpoMa-
THUH B MHTep(a3HBIX SIApax KIeTOK Ip030( Ikl ObLI
paszlielieH Ha YeTbIpe COCTOsIHUS (Ha3BaHbl, KaK MpU-
HSITO O Ha3BaHMWIO OMNTHUYECKOTO 1IBETa — aKBama-
PMH, J1a3ypUT MaJlaxuT, pyorH). Kaxaplii 1IBET COOT-
BETCTBYET CTEINEHMU NEKOHAEHCAIlMM XpOMaTWHa W
OTKPBITOCTH €T0 IJIsl TpaHCKpUIuu. CaMblii 1eKOH-
JNIEHCUPOBAaHHbI — aKBaMapWH, CaMblii KOHIEHCU-
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pPOBaHHBIM — PYOWH, COOTBETCTBYIOT MEXINCKaAM U
YepPHBIM JCKaM COOTBETCTBEHHO, JIa3ypUT — 3TO Ce-
pbie pa3pbIxJieHHbIe nucku (Zykova et al., 2018). bna-
rojgapsi 3TOi MOIeIN BCe TeHBI TeHOMa IPO30(UITBI
ObUIM paclipenesieHbl B IBe Ipylmbl — 6562 reHa no-
MalITHeTo X035IMCTBa (B JINTepaType TAKXKE UCTIOb3YeT-
Csl TEPMMH “TE€HBI C IIOBCEMECTHOM aKTUBHOCTBIO),
IIPOMOTOPBI KOTOPBIX PACTIONIOKEHBI B yIacTKaX Xpo-
MaTHHA TUIA aKBaMapWH (MEXIUCKHU ITOJIUTEHHBIX
WHTep(Pa3HBIX XpOMOCOM), a TeJIO TeHa (9K30HBI U
WHTPOHBI) — B XpOMATHHE JIA3ypuT (B CEPBIX TUCKaX
MMOJUTEHHBIX XpoMocoM). OcraBinecss 5664 reHa
pPa3BUTHS PACTIONIOXKEHBI B OCTATLHOM YaCcTH TeHOMA.

B obmacTti nccnenoBaHuii OpraHU3aluy IIPOMOTO-
POB y TeHOB BBICIINX Metazoa JOCTUTHYTEI OTPOMHbBIE
ycnexu. Ceifdyac XOpOIIIO U3BECTHO, YTO B OKPECTHO-
CTSIX TOYKW MHULIUALIMU TPAHCKPUIILIUM — Inr, HuKe
u Bbiie Ha 100—200 rmap HyKJIEOTUIOB, PacMoJlaratoTcs
cnelmpuIecKre MOTUBBI (KOPOTKHE CITeI(PUISCKIE
TS pA3IMYHBIX (DYHKIIMU TTOCISI0BATEIbBHOCTU HYK-
JICOTHUIOB), COBEPILIIEHHO HEOOXOAMMBbIE JIJIs UHUIIAA -
oMy 1 nponookeHus TpaHckpunumu (Lenhard et al.,
2012; Danino et al., 2015; Anderson, Sandelin, 2020;
Ramalingam et al., 2021). Tem He MeHee B MOHUMa-
HUM CTPYKTYpPhl IPOMOTOPOB BCE-TaKU ITOBOJBHO
MHOTO Heu3ydeHHOro. Bo-mepBrIX, 1O CUX ITOp HET
KccliefoBaHU i MOJTHOTEHOMHOI OpraHM3aluu MPOMO-
TOPOB Y T€HOB Pa3BUTHUS U “IOMAITHETO XO3siicTBa”,
ITOCKOJIBKY JTO CHX TTOp He OBbLIO METO/a, TIO3BOJISIONIE-
TO pas3NeuTh 3TU IPYMIIbI TeHOB, BO-BTOPBIX, HET YeT-
KOTO TOJTHOTEHOMHOTO pa3[IejicHHsI Ha TeHbI “IoMalll-
HEeTO X03sicTBa” U TeHBI pa3BUTUSI, HECMOTPS Ha TO,
YTO CBEAEHUS 00 3TOM YK€ HAKAIJIMBAIOTCS U ITOKa-
3aHO, YTO MPOMOTOPKI STUX IPYIIIT FT€HOB MOTYT pa3-
nugaTthbes. B manHoi paboTe MBI ITOTIBLITATNCH HANTH
HaunOoJiee BaxkKHbIE 3aKOHOMEPHOCTU B OpraHU3aluu
MOTHBOB B ITPOMOTOpAX TE€HOB “IOMAIIIHETO XO3STii-
CTBa” M reHaX pa3BUTHS B TIOJTHOM TeHOME APO30(MUIIEL.

MATEPHAJIBI 1 METO/J bl

Mp1 nipoaHanu3upoBaiu 13574 GeloK-Komupyro-
wux reHa Drosophila melanogaster 3 6a3bl TaHHBIX
FlyBase (R 5.57). B ananmm3 Obutx B3STHL 5'-001acTl
reHoB oT —300 mo +200 m.H. OTHOCUTEJILHO CAaTOB
Havajia TPaHCKPUITLUU U TIOJHOCTbIO KapTUPOBaH-
HbIE B JOMEHAaX COCTOSIHUII XpOMaTHHa aKBaMapuH,
JIa3ypuT, MajlaXxuT U PyOMH, KaK OIMCAaHO paHee
(Levitsky et al., 2020). M3 aHayiu3a ObLIU yIaJleHbI BCe
OKOJIOTIPOMOTOPHBIE YYaCTKH, KOTOpbIe UMEIU KO-
IUPYIOIIME TIOCIEN0BATEIbHOCTSIM B Mpeaesax aHa-
nu3upyeMoit ooimactu. Takum oGpa3zomM, HAGOp OKO-
JIOIPOMOTOPHBIX YUACTKOB COOTBETCTBOBAT 6562, 874,
1628 1 3162 reHaM aKkBaMapyH, JIA3YPUT, MAJIaXUT U Py-
OVMH COOTBETCTBEHHO. MBI NMPUMEHWUIU WHCTPYMEHT
STREME mis1 de novo 1ioncka MOTUBOB B OKOJIOITPO-
MOTOPHBIX YYaCTKOB JUISI KaXKIOT0 COCTOSIHUS XpoMa-
TUHA B TPeX TeCTaX, OTHOCUTEIbHO JIMOO APYTHX COCTO-
SIHUI XpOMaTHHa, 100 Habopa Mocef0BaTeTbHOCTE!,
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CONEepIKaIleTo CiTydaifHble TeHOMHBIE JOKYCHL. MEI
NPUMEHWIN NOINpaBKy boHpeppoHn K oboraeHHbBIM
MoTtuBaM: 3HadeHue p/N < 0.05, tme p o3HayaeT cTaTu-
CTUYECKYIO0 3HAYMMOCTh MOTHBA, a N 0003HaJaeT KO-
JudyectBO MoTuUBOB, HaiimeHHbIx STREME (https://
meme-suite.org/meme/doc/streme.html). Mcnoab3o-
Bayit uHCTpyMeHT TOMTOM (https://meme-suite.org/
meme/tools/tomtom) mJ1si CpaBHEHMsI 00OTralieHHbBIX
MOTUBOB C MOTHUBaMM [JIsi M3BECTHBIX (PAKTOPOB
TpaHckpunuuu wu3 6a3 manaeix CISBP (http://
cisbp.ccbr.utoronto.ca/) u JASPAR (https://jas-
par.uio.no/).

PE3YJIBTATbBI 1 ObCYXKAEHHWE

Bocnionb3oBaBiuck gaHHBIMU Monean 4HMM,
MBI OTOOpaIv TeHEI “IOMAIIIHETO XO3SiCTBa” U TeHbI
Pa3BUTHS B TTOJTHOM TeHOMeE Ip030(MUIIBI U 3aTeM 00-
paboTtajin nmocyieaoBaTeIbHOCTU HYKJIEOTUIOB B IMPO-
MOTOpax 06eUX IPYII T€HOB C IIOMOIIBIO MHCTPYMEH-
ta STREME (Sensitive, Thorough, Rapid, Enriched
Motif Elicitation). DTa mporpaMma Io3BOJIsIET BhISIB-
JIITh de novo oboraiieHre MOTUBAMU B OMPeNeICHHbIX
paiioHax TeHoMa. W3ydeHbI OKOJOIPOMOTOPHBIE
yyacTku (oT —300 mo +200 1m.H. BOKpYT TOYKM UHU-
LAY TPAHCKPUITIUM) Y 6562 TeHOB U3 aKBaMapuH
XpOMaTWHA MTPU CPaBHEHUM UX C TTOCIEeI0BaTEIbHO-
CTSIMUA T€HOB KOHTPACTHOTO COCTOSIHUSI — PYOUH
(3162 reHOB), a TaKKe TIPOTHUB T€HOB ITOJTHOTO TeHO-
Ma ApO30(UILI Y TPOTUB CYMMBI T€HOB B TPEX COCTO-
SIHUIX, UCKIIoYass akBaMmapuH (5664 rena). Hamm
pe3yJibTaThl MOKa3ajau, YTO MOKHO BBIIEJIUTH JOCTA-
TOYHO MHOTO MOTHMBOB, ITO KOTOPBIM Pa3IUYalOTCs
MMPOMOTOPBI TEHOB, JIOKAJIM30BAaHHBIX B pa3HbIX CO-
CTOSIHUSIX XpoMmaTuHa. [ToaToMy mist yXXecToueHUst
CTEIIeHN JOCTOBEPHOCTH OLIEHOK M3 3TUX 3HAYECHUI
OTOOpAJIY TOJBKO T€, KOTOPhIC YIOBICTBOPSIIOT CIICIY-
IOIIMM JOTIOJTHUTEIbHBIM KPUTEPUSIM: MaKCUMAaJIbHO
HU3KOe 3HaueHue E-value, MakcuMaabHOE oboralie-
HUE T10 cpaBHEHMIO ¢ ()OHOM, HAIMUME CBEICHUI B
JIpyrux 6a3ax JaHHBIX, a TAKXKe BOCIIPOU3BOANMOCTD
B pa3HBIX BapMaHTaxX cpaBHeHUil. OKa3aloch, 4TO
5TUM KPUTEPUSIM YHOOBJICTBOPSIIOT TOJBKO YEThIpe
motuBa: M1BP (fd19B), BEAF-32 (pnr, DREF), crp
(sna, sage, grh), kni (CG7928, slbo) (puc. 1a). Jloka-
JIN3amusl 3TUX MOTUBOB B OCTaJbHBIX XpOMAaTHHaX,
MOMMMO aKBaMapHHa, IToKa3aHa Ha ypOBHE OCU abc-
mucc (puc. la).

AHasiornuHast pabota ObL1a IIpOBeJeHA [IJ1s1 CpaBHE-
HUIA T€EHOB B MAaKCUMaJIbHO KOHTPACTHOM COCTOSIHUU
pyOuH (maHHbBIE He TPUBOISTCS). BbIsSIBIIEH OauH
HauOoJee ycroiiunBbiii MOTUB — TATA-GoKC.

Oxkazanoch, YTO Cpead MPOMOTOPOB T€HOB HO-
MAaIITHETO XO3SHCTBa Y AP030(UIIbLI BO3MOXHEI pa3-
HOOOpa3Hble KOMOMHALMM MOTUBOB. Kpome Toro,
33% reHOB 3TOTO TUIIA BOOOIIE HE UMEIOT HU OHOTO
U3 3TUX MOTUBOB (puc. 10). AHanoruuyHas padora
ObLIa MpoBeleHa ISl aHajln3a IIPOMOTOPOB T'€HOB
pa3BUTHSI, UMEIOIINX TOJIBKO OUeHb CIIELIN(UIEeCKUI
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Puc. 1. XapakTeprucTUKNA MPOMOTOPHBIX YIaCTKOB 6562 reHOB JOMAIITHETo X03siicTBa npo3oduisl. (a) CyMMapHast JIoKaimM3a-
LIMSI MOTUBOB OTHOCUTEJIBHO TOYKY MHUIIMALIMY TPAHCKPUIILINU (KpacHas crpesika). [To ocu aGerucce moka3aHo paccTosiHue
IO TOYKW WHUITUAIIUYA TPAHCKPUITITUU, TT0 OCH OPIIMHAT YaCTOTa JIOKATU3AIUA MOTHBA B TAHHOU KOOPIUHATE OKOJIIOTIPOMO-
TOpHOTrO yyacTka. [IpuBeneHbl HauboJee yroTpeOUTeIbHble Ha3BaHUsI MOTMBA, a B CKOOKax yKa3aHbl Ha3BaHMsI, KOTOpbIE
BCTPEYAIOTCS B APYTUX CTaThsIX/0a3ax DaHHBIX. M3ydyeHHbIE MOTUBBI TPUCYTCTBYIOT TOJIBKO B TPOMOTOPHBIX y4acTKaX XpoMa-
TUHA aKBaMapWH (royry6ast TMHWS ), BCe OCTATbHBIC IPOMOTOPHBIC 00JIACTH HE COIEePXKAT ITUX MOTUBOB (3eJIeHasi, CUHSIS, (hu-
0JIeTOBasl IMHUM Ha YPOBHE HYJIEBOTO 3HaYeHUs 1o ocH abeuce). (6) Yuca reHoB JOMallHero X03sicTBa, UMEIOLLUX TOJIbKO
OOVWH MOTUB (BEpTHKaJbHas KOJOHKa IU(dp crpaBa) WM KOMOMHALMM MOTUBOB (FOPU3OHTAIbHASI MOCIEIOBATETBHOCTD
dp BHU3Y). [IpsiMOyrobHUKaMU pa3HBIX IIBETOB 0003HAYECHO HATTMYKME M3y9aeMOrO MOTHBA (OTCYTCTBUE IIBETA B KIICTKE
0003HayaeT OTCYTCTBME MOTMBA B JaHHOM Habope reHOB) I€HOB).

MoTuB — TATA-60Kc (DaHHBIE He TIpUBOASITCS). Mo-
BB Mes2, GAGA, ttk o0iragaror MeHBIIIEN CITEeI-
¢nunocTeio. Takke oGHapy:KeHO, 4TO OKoja0 50%
TeHOB pa3BUTHUS He uMeloT HU TATA, HU KakuX-Ju-
00 Ipyrux U3 HaliIeHHBIX MOTUBOB. B aHamormyHoM
CpaBHEHUU JIOKAJIU3allui MOTUBOB Y TEHOB Pa3BUTUSI
MaKCHUMaibHas cnenrduka ooHapyKeHa TOJILKO IS
TATA-0O0OKca B TIOJOXEHUU OT —75 10 —25 m.H. oT
TOYKY UHULIMALIMY TPAHCKPUIILIMU. AHAJIU3, IPOBE-
JneHHbI ¢ momouklo Gene Ontology, mokasaj, 4To
JIJIS1 OTAEIBHBIX TPYITIT MEXKIMCKOBBIX T€HOB, COIEpKa-
II1X B IPOMOTOpPax ONMH MOTUB WIX UX KOMOMHAIIUY,
XapaKTEPHO BBINIOJIHEHE OITpeaeICHHBIX (DYHKIIMIA.

TakuMm o0pa3oM BIiepBbIe OMNMCAHBI CHeLpuYe-
CKME MOTHUBBI B IIPOMOTOPaX 'eHOB JIByX Pa3HbIX TUITOB
Ha YpOBHE BCETO TeHOMA U ITOKA3aHO, YTO HAGOPBI MO-

TUBOB Yy TEHOB “JOMAIITHET0 X035111CTBAa” U T€HOB pa3-
BUTHS COBEPIIICHHO pa3Hble, a HanboJiee N3BECTHHIE
MOTHBBI HE SIBJISTIOTCS YHUBEPCATHbHBIMM.

BJIATOJAPHOCTHU

ABTOpBI BBIpaxaroT OjiarogapHoCTh LleHTpy Kojiek-
TUBHOIO TIIOJIb30BaHUsI “MoiekyJisipHass U KJIeTOYHas
ouosiorust” mpu UMKB CO PAH.

OUNHAHCHUPOBAHUME

JlaHHOE MCcemoBaHe BBIITOJTHEHO ITpU (DUHAHCOBOI
nomuepxke pasmena I'ocymapcrBenHoro 3amanust UMKDB
PAH Ne FWGZ-2021-0014 (rmoJHOreHOMHBbIl aHaIu3,
Gene Ontology anamu3) 1 rpantoB PH® Ne 19-14-00051-T1
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(0o6paboTKa JaHHBIX MO JoKanu3zaluu MoTuBoB) 1 PH®
Ne 21-14-00240 (moucK MOTHUBOB).

COBJIIOJEHUE 5TUYECKHUX CTAHIAPTOB

HpI/I BBITIOJIHCHUUN JAHHOI'O MCCIACOOBaHUA MaHUITYJIA-
MM C OKCIICPUMEHTAIbHBIMU 2KUBOTHBIMHW HE ITPOBOINJIMCD.

KOH®JIMUKT MHTEPECOB

ABTOpBI 3aSIBJISIOT, YTO KaKOM-I1100 KOH(INKT UHTE-
DPECOB OTCYTCTBYET.

NHOOPMALIMA O BKIIAAE ABTOPOB

N.®. XKumyieB BHITIOIHSLII OCHOBHYIO paboOTy, MHULIM -
WPOBaJI TIPOBEEHNE UCCIIeIOBaHW, y1aCTBOBAJI B HaMu-
canum cratbu, B.I. JleBnukuii, A.B. LlykaHOB miaHupo-
BaJI U BBITIOJHSIIM KOMITHIOTEPHBIE OTepalliy, aHAIU3M-
pOBaJIM pe3yJibTaThl U YJYaCTBOBAJIM B HAlMCAaHUM TEKCTa
cratbeu, T.}O. Batonuta o6pabarbiBaia pe3yabTaThl KOM-
MTBIOTEPHBIX OTlepalnii, ydacTBOBaJa B IJIAHMPOBAHUY UC-
clieIoBaHusl, OOCYXXIIeHUH Pe3yJIbTaTOB U HAITMCAHUU CTa-
1M, T.JI. KoJlecHUKOBa y4acTBOBaJia B HAITMCAHUM TEKCTa
CTaTbU U OOCYKIEHUU Pe3yTbTaTOB.
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Development of N.K. Koltsov Idea about Genetic Organization of Interbands
in Drosophila melanogaster Polytene Chromosomes

I. F. Zhimulev" *, T. Yu. Vatolina!, V. G. Levitsky?, T. D. Kolesnikova!, and A. V. Tsukanov?
!Institute of Molecular and Cellular Biology SB RAS, prosp. ak. Lavrentieva 8/2, Novosibirsk, 630090 Russia
2Institute of Cytology and Genetics SB RAS, prosp. ak. Lavrentieva 10, Novosibirsk, 630090 Russia
*e-mail: zhimulev@mcb.nsc.ru

Here for the first time, the organization of promoters of developmental gene promoters and promoter of genes
necessary for general cellular functions—the “houskeeping” of the cell in the complete genome of Drosophila
melanogaster were studied. Using bioinformatic methods, it has been shown that the genes whose promoters
are located in the interbands of polytene chromosomes are enriched in functions associated with general cel-
lular processes, while the rest of the genes (about half of the Drosophila genome) are associated with highly
specialized processes occurring during development. In the promoter zone of the housekeeping genes, four
specific motifs were found that can be present in different genes individually or in various combinations. A
significant part of interband promoters do not contain identified motifs. The analysis carried out using Gene
Ontology showed that certain groups of interband genes containing one motif in promoters or their combi-
nations are characterized by the performance of certain functions.

Keywords: developmental genes, housekeeping genes, gene promoters, nucleotide motifs in promoters, in-
terdbands, bands, polytene chromosomes, Drosophila melanogaster
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Panee 6b11 oxapakrepusoBaH reH RCC1 (Regulator of Chromosome Condensation 1), KOTOPBI CYUTAETCS PETyJIsi-
TOPOM KOHJIECHCAIIMA XPOMOCOM B KIJIETOYHOM IIMKJIE. DTOT TeH KOAMPYET SIIePHBIN O€JIOK, TToCaeIoBaTe b~
HOCTb aMMHOKHUCJIOT KOTOPOTO BHICOKO KOHCEPBAaTMBHA CPEIU BCEX SYKAPUOT U COCTOUT U3 ceMU OeTa-crupa-
JIeli, TaKke M3BECTHBIX KaK CEMb TTOBTOPSIOIINXCST €MUHUIL. MBI TTOKa3aau, YTO Bce HanboJjiee 3aMeTHBIE
YepHbIe TUCKHU MTOJTUTEHHBIX XpOMOCOM (260 IMCKOB) M XPOMOLIEHTP CBSI3bIBAIOT aHTUTEJIA HA 3TOT OEJIOK.
MEr obHapyxwiu, 9yTto aHTtuTeiaa Ha 0enok RCC1 kceHorryca crienmnuUYecKd CBSI3BIBAIOTCS C OEIKOM
RCC1 npo3oduibl 1 yenoBeka, Mpyu 3TOM B IMHUSIX IPO30GUIIbI C TOAaBIeHUEM HEAOPEIIMKALIMY ITPOKMC-
XOIUT YBeJIMUYEeHUE OTHOCUTEIbHOTO KosmuecTBa 6eka RCCI1 1Mo cpaBHEHUIO ¢ TMKUM TUTIOM.

Karoueesnbie cro6a: TeHBI “IOMAIITHETO X03SIMCTBA”, TCHBI Pa3BUTHUS, IUCKHU, MexXaucku, 6e1oK RCC1, monu-

TeHHBIE XpOMOCOMBI, Drosophila melanogaster

DOI: 10.31857/S0475145023020076, EDN: XFQNTP

BBEJEHUWE

B nmonureHHBIX XpoMocoMax Drosopohila, Kak ObI-
Jio mokazaHo Ha kaptax H.K. Koabsnosa (1934) u
bpumxeca (1938), BbIOENSIIOTCS TaKue CTPYKTYPHI,
KaK MEXIUCKU, cepble U YepHble TUCKU. I3BECTHO,
yto y Drosophila melanogaster reHOM pa3nensieTcsl Ha
JIBE TPYIIIBI: TEHBI “IOMAIITHErO XO3sMCTBa” M TeHBI
pa3Butus (TKaHecnenuguieckue reHnl). OKa3aaoch,
YTO TIepBbIe 3aHUMAIOT IBE CTPYKTYPHI — MEKINCK U
CEpBIN AUCK, a BTOPHIC PACIIOIOKEHBI B YSPHBIX IVC-
KaX. PaHee MBI OImyOIMKOBaJIM MOIEITb 4-X COCTOSTHUI
XpOMAaTHHA, KOTOpast MO3BOJISIET XapaKTepU30BaTh IBa
THTIA TUCKOB: YepPHBIE 1 Cephble IO OSIKOBOMY U TeHe-
THYecKoMy cocTaBy (Zhimulev et al., 2014). OgHuM u3
TTePCITEKTUBHBIX OMOMapKepOoB KaHIIepOTeH3a SBIISICT-
csa reH RCC1 (Regulator of Chromosome Condensation 1).
OH KomupyeT SiAepHBI 6eJI0K, TTOCIeIOBaTEeIbHOCTh
AMUHOKHUCJIOT KOTOPOTO BBICOKO KOHCEpBaTHMBHA

cpenu Beex ayKapuotT. benok RCC1 asisteTcs pakTo-
POM HYKJICOTUIHOIO OOMEeHa IS SIepHOro Oeika
Ras-related nuclear protein (Ran), koTopblii Tipen-
crapisieT coboit 'TPazy. RCC1 takke urpaer Bax-
HYIO pPOJib B COOpKe BEPETEH JEJIEHUSI BO BpEMSI MU-
TO3a, MpeAOTBpallleHU MHOXECTBEHHOI peruinKa-
mun S-¢azel JIHK, TpaHCOHOpTHMpPOBKM SIIEpPHOTO
MaTtepuanga U PeKOHCTPYKLMU SIEPHONA MEMOpaHbI
(Makde et al., 2010). M3 nuTepaTypHbIX HaHHBIX
OCTaeTCs HEe 10 KOHIIA TIOHSATHBIM B KaKUX CTPYKTY-
pax MOJUTEHHBIX XPOMOCOM JIOKAJIU3YyeTCs ITOT Oe-
nok (Frasch, 1991). KpomMe Toro, kak oka3ajaoch Ir'eH
RCC] sBIISIETCST OHKOTEHOM, OT M3MEHEHMWIT aKTUB-
HOCTU KOTOPOTO 3aBUCUT (DOPMUPOBAHNE OMYXOJIEH.
HenaBHo Obl1a n3yyeHa noTeHuMaabHas pojib RCC1
B 33 omyxoJieBbIX 00pa30BaHUIX Ha OCHOBE 0a3 maH-
HbIX Cancer Genome Atlas, Genotype-Tissue Expres-
sion u Gene Expression Omnibus. Pe3ynbTaThl moka-
3amu, 4To TeH RCCI o4eHb BBICOKO 3KCIIPECCUPYETCST
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Taomua 1. Jlokanuzanust antuten Ha 6e1ok RCC1 B monuTeHHBIX XpoMocoMax D. melanogaster

Xpomocoma chr4 chrX | chr2L | chr2R | chr3L | chr 3R Bcero
Paitonsl cBa3biBanus 6enka RCC1 2 53 43 48 63 238
(4epHBIE TUCKM)
CaiiThl TO3IHEN PETUITMKALIAN 100% 83% 75% 88% 88% 92% | Cpennee 3HaueHue 88%

B OOJIBIIMHCTBE 3JI0KAa4Ye€CTBEHHBIX HOBOOOpa30Ba-
HMI1 4YeJloBeKa B OTJIMYKE OT 3J0POBBIX TKaHeit (Wu
et al., 2021).

MATEPUAJIBI U METO/bI
Obsexmul uccredoearnus

B xauecTBe 00BEeKTa MCCASOIOBAHUS MBI UCIIOIb-
30BaJIM IUIOMOBYIO MYIIKY aposodwry (Drosophila
melanogaster). Myx BbIpalllMBajiM Ha CTaHIapTHOM
cpene U3 KyKypy3HOi MyKM, IPOXKeil, arapa v IaTo-
ku ipu 18, 22 v 25°C. JIuausa Oregon R ncnonb3o-
BaJIach B KA4eCcTBe IUKOTo Tuma. Jlunusa Rifl’ obuia
mobe3Ho mpenocraBieHa JIxkapemom HopamaHow,
OTIeNT OWOJOTrMYEeCKUMX HayK BaHaepOuIBTCKOTO
yuusepcutera, CLIA. Jlunum w; ru h SuURES,
X YX Y. X"Yyw; SuURES, Su(var)3-9u X" YX"Y.X"Y
yw; Rifl'; SuURES, Su(var)3-9”° Gblu MoJy4eHbl pa-
Hee B Hallleii 1abopaTopuu.

I/Immyﬂooxpamueaﬁue NOJAUMEHHbIX XPOMOCOM

Jnst *MMYHOOKpAaIIMBaHUS TIpenapaThl CIIojiac-
kuBanu B pactBope PBST. He momyckas nepechixa-
HUSI TIperapaTra, HAaHOCWUJIM II€pBUYHBIE aHTUTEsIA
B GiiokupytomeM Oydepe (2% OBIYMIT CBIBOPOTOU-
HbI1 ansoymuH B PBST) m mHKyOMpoBaau BO BIaxK-
HOIT KaMepe B TeUeHMe 2 4 IpU KOMHATHOM TeMIIepa-
Type. Jdanee npenaparsl oTMbIBaJIU B pacTBope PBST
Y HAHOCWJIM PACTBOP BTOPUYHBLIX AHTUTENI, KOHB-
IOTUPOBAHHBIX C (PIIYOPOXPOMOM, B OJIOKMPYIOILIEM
oydepe. MukyOupoBaau B TedeHUe 1.5 4, 3aTeM CTeK-
J1a BHOBb oTMbIBaiu B pactBope PBST (3 cmeHsI o
5 muH). /lajiee Ha MOACYIIEHHBIC MTpeIapaThl Karmaiu
o 8 Mk pactBopa (cMmecb DABCO u DAPI, Abcam)
W HaKpbIBaJM IOKPOBHBIM CTekJioM. llutomoruue-
CKUI aHaJIM3 U (poTorpadupoBaHre MIPOBOIUIIN ITPU
nomomu mukpockona Olimpus BX-50F. Kaxmbrii
9KCIEPUMEHT MOBTOPSUICS HE MEHee IISITH pa3, IIpu
9TOM BO BCEX CJIydasix XapaKTep OKpacKu BOCIIPOU3-
Boauics (Vatolina et al., 2011).

Becmepu-6a0m eubpuduzayus

J171s1 BecTepH-010T rTMOpUAN3allii UCIIOIb30BaIn
CJIIOHHBIE 3KeJie3bl apo3oduibl (20 map Ha OmHY J0-
POXKY) M KynabTypy Kietok yesnoBeka HEK (okoso
10° KJIeTOK Ha OIHY JHOPOXKY). Bce 0Opasibl 6N
JusupoBaHbl B 0ydepe (50 MM Tpuc-HCI, 150 MM
NacCl, 0.1% Triton X-100, 0.1% SDS, 1 MM PMSF) n
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SKCTPAKT TOTAIbHBIX OEJIKOB ObIJT HAHECEH Ha MOJIM-
aKpUJIaMUIHBIN Tefib. DIeKTpodopeTUIecKoe pas3aesie-
HUe GEJKOB B MCCIIeAyeMbIX 0Opa3liaxX IMMpOBOAUIN B
kaMepe BioRad no ctangaprHomy nporokoiy B 10%
SDS—nonuakpunamuaHoM rejie. ITocie pazneneHus
Ha TeJib ¢ 00pa3LoM HaKIaAblBaI MeMOpaHy ¥ PO~
BOIMJIM 3JIEKTPOIIEPEHOC B OXJaXISHHOM Oydepe
(0.2 M tmuumH, 0.025 M Tpuc u 20% MeTaHOJ) B Te-
yeHue 1 4 IIpu NOCTOSHHOM TOKe. [1lepBUYHbIE AaHTH-
TeJla pa3BOAWIN B OJIOKMPYIOIIEM pacTBoOpe (IOIUK-
JIOHaJIbHbIE aHTUTeNIa Kposimka K 0enky RCCI1 kce-
Honyca (Invitrogen) — 1 : 1000; MOHOKJIOHA/ILHEIE
antutena Muinu K ructony H3 (Novus Biological) —
1 : 10000. MemOpaHy nomelajyd B pa3BeleHHBIE
MEPBUYHbBIE TeJla U MHKYOUPOBaIX 1 4 Mpu KOMHAT-
HOM TeMmepaType Ha Ielikepe npu 45—50 06./MuUH.
3ateM npoMbiBaiiu B 1X PBST. MMMyHOIEeTeKLIUIO
npousBogun ¢ nomoinbio Habopa Novex ECL Che-
miluminescent Substrate Reagent Kit (Invitrogen).
AHanu3 pe3ybTaToOB IIPOBOAMIICS IIPU ITOMOIIU TO-
norpaga Amersham Imager 600 (GE Healthcare Life
Sciences) u mporpammbl Imagel (Thacker et al., 2021).

PE3YJIBTATbBI 1 ObCYXKAEHUE

HecMmoTpst Ha TO, YTO OUCKU B MTOJIUTEHHBIX XPO-
MOCOM MPEICTABIISIIOT TOJIBKO MOMNEPEIHBIE TOJIOCHI,
pa3HbIe TUIIBI CEPBIX U YEPHBIX AUCKOB OTJIMYAIOTCS
10 TeHETUYECKOMY COCTaBy, MOP(OJIOTUH, PETJIMKA-
UOHHOI aKTUBHOCTH, OEJIKOBOMY COCTaBY M HYKJIE-
OCOMHBIM Moaudukanusam (Zhimulev et al., 2014). B
XoJie Halleil paboThI MBI OOHAPYKWJIN, YTO aHTUTEJIA
Ha 0enok RCC1 kceHormyca cnemupuIecK CBSI3bI-
paioTcsa ¢ 6enkoM RCCI1 mposoduisl U 4ejoBeKa
(puc. 1). MbI MakcUMaJIbHO TOYHO MPOKAPTUPOBAIU
nokamm3annio RCCI1 B crpykTypax XpoMocoMEl. B
MOJIMTEHHBIX XpoMocoMax aHTuTesa K 6enky RCC1
CBSI3BIBAIOTCSI UCKITIOUUTEIBHO C BBICOKO KOMITaKTH -
30BAaHHBIMM YE€PHBIMU IMCKAaMU, B KOTOPHIX pacIio-
JIOXXEHBI TeHbI pa3BuTUs. [IJIs1 KOHTpacTa JoKaau3a-
LIMM OJHOBpeMeHHO KapTupoBaiu 6emok CHRIZ,
KOTOPBIi1 CBSI3BIBACTCS C palilOHAMM OOTaTHIMU CEPHIMU
JMCKaMU U MeXnuckamu. B pesynbTaTe B XpoMocome
CTAaHOBWJIMCH 3aMETHBIMU IIPOTSDKEHHBIE YJ4aCTKU
MEXIVCKOB I TOHKMX CEPBIX IMCKOB 0e3 JIOKalImn3a-
nuu 6enka RCC1, a Bcsa meTtka Ha 6emok RCC1 npu-
XOOWJIach Ha YepHbIE NUCKU U IIPULEHTPOMEPHBIMN
rerepoxpoMaTH (puc. 1la). Mbl oOHapyXWIn
260 paitonos cBaspiBanus 0eaka RCC1 B nnrepdas-
HBIX ITIOJIMTEHHBIX XpOMOCOMax Apo30¢uikl (Tadmi. 1).
Bo Bcex ciydasgx 3TO ObLIM YEpHbIE DUCKU U 75—
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Puc. 1. Xapaktepuctuka 6enka RCC1 apo3oduibl TIpy IMTOMOIINM UMMYHOOKpPAIIMBAHUSI M BECTEPH-0JI0T TMOPUAN3aIIAN.
(a) UMMmyoHOOKpallmBaHUe NOJIUTeHHBIX XpoMocoM Ha 6enku RCC1 u CHRIZ. 2KenToii cTpesikoit o0603HaueH paiioH 31A-F,
conepkaluii 0koso 36 cepbix TUCKOB. (6) Mopdosorusi MpUIIEHTPOMEPHOTO TeTePOXpPOMaTUHA TPO30(UITbI MEXIY yyacTKa-
mu 80A-C u 81F Tperbeil TOIUTEHHO XpOMOCOMBI IMKOTO THITA Y JIMHUI C MyTaIlUsIM, TIPUBOASIINX K MTOJIMTEHU3ALIUN TaH-
HOTO yJacTKa: XpoMocoMbl JuHUU Oregon (mobe3Ho npenoctasieHo T./. KorecHukoBoit); xpomocombl nuHuu Oregon of
3JIEKTPOHHBIM MUKpOcKorioM (Semeshin et al., 2001); xpoMocoMBbI TMHUY ¢ MyTaIueit Su URES (Semeshin et al., 2001); xpomo-
COMBI JIMHUM C MyTalmen Su URES y Su(var)3-906 (Andreyeva et al., 2007); XxpOMOCOMBI JIMHUU ¢ MyTatmeii Rif1 ! ; XpPOMOCOMBI
JIMHUU ¢ MyTaluen Su URES Su( var)3—906 Rifl 1 (mobesHo nipenoctasieHo T.J1. KonecHukoBoit). (B) [TonykonuyecTBeHHas xa-
pakTepucTrKa 1 onpeaeneHune pazmepon 6enka RCC1 npo3oduib! 1 yestoBeka ¢ TOMOIIbIO BECTepH-0JIOTTUHTA: | — KyJIbTypa
KJIETOK Iouek aMbproHa uestoBeka (HEK 293); 2 — cimoHHBIe XeJie3bl 1po30duiibl TuHUM Oregon; 3 — CIIOHHBIE XKeJIe3bl IPO-
30¢uIbl TUHUY Su URES Su( var)3—906; 4 — CIIIOHHBIE XeJe3bl 1p0o30dWIbl TUHUU Rif 1 ! ; 5 — CITIOHHBIE XeJ1e3bl IPO30MUIIbI TU-
Hnu SuURES Su(i var)3—906 Rifl I (r) AHaNIM3 pe3yIbTaToOB BeCTepH-0JIOT MPU MOMOIIIHN IporpaMMbl Imagel, conepxkaHue nopo-

Kek 1—5 aHamoruyHo (B).

100% w3 HUX JEMOHCTPUPOBAIU HAJIWYME MO3THETO
3aBepIIeHUsT peIUTMKaluuu. Takum obOpa3oM, y Hac
MOSIBUJICSI XOPOIIUIA MapKep KaK Ha T€Hbl pa3BUTHS,
JIOKAJIM30BaHHBIE B YEPHBIX IMCKaX, TAK M HA MOJIEJIb
OHKOIeHe3a Ha Ipo3oduie.

B pa6ote M. ®paiiia Gb1710 OTMEYEHO, YTO OEIOK
RCC1 nokammsyercss Bo Bcex 0€3 UCKITIOUSHMS IUC-
Kax nmoauTeHHBbIX xpomocoM (Frasch, 1991). Ho kak
cJienyeT U3 OIMCAHHBIX BEIIIE pe3yJIbTaTOB KapTUPO-
BaHwus 0enka RCC1, oH xapaKTepeH TOJILKO JJIST Yep-
HBIX KOHAEHCHUPOBAHHBIX TUCKOB U TIPULIEHTPOMEP-
HOTO TeTepoxXpoMaTuHa, M3-3a Yero Ha XpoMOoCcoMe
0003HaYeHbI MPOTSXKEHHbIE YYACTKU CEPhIX OUCKOB
0e3 nokanuzaiuu 6eaka RCC1 (kenrast cTpenka Ha
puc. 1a). [TomoGHbIE pa3Inyuus B CBSI3bIBAHUU OTHO-
ro 1 TOTO Xe 0ejika MOT'YT TOBOPUTH O pa3HbIX MeXa-
HU3MaX aKTUBUPOBAHUS T€HOB Pa3BUTUS M T€HOB
“moMallHero xo3gamcraa”.

M3BecTHO, YTO YepHBIE TUCKM YAaCTO MCIIBIThIBA-
IOT HEIIOJIHYIO TTOJIUTEeHU3alnIio (HEOOPEIUIMKAIIIIO)
B pe3y/ibTaTe 4Yero Marepuajl YepHBIX JUCKOB B XpPO-
MOCOMAaX HOPMAaJIbHBIX JIMHUI HEIOIIPEACTaBIeH
(Zhimulev et al., 1982). MbI uctionb3oBaiu BecTtepH-
0J10T TMOpUAM3AIIUIO TSI OIpeaeIeHUs MOJIEKYIsIp-
HOTO Beca M MOJYKOJIMYECTBEHHOTO aHaau3a Oeska
RCCI1 B iunuu Oregon v B IMHUSX C Pa3HBIMU 103a-
MU MYTaHTHBIX T€HOB, TIPUBOISIIIINX K BOCCTAHOBJIC-
HUIO HEJOPEeIUIMIIUPOBAHHBIX PailOHOB XPOMOCOM
nposodusl (puc. 16, 18). C moMoIibio mporpaMMbl
ImagJ 6pUTO TTOKAa3aHO, YTO B JIMHUSIX C MyTallUSIMU
SuURES Su(var)3-9%, Rif1' u SuURES Su(var)3-9¢ Rif1’
oTHocutenbHOe KoandecTBo O6eaka RCC1 B kieTkax
CJIIOHHBIX 3KeJie3 yBEeJIMYMBAeTCs B CpPaBHEHUU C AV~
KMM TUIIOM OoJjiee 4yeM B Tpu pasa (puc. 10, 1B, 1r).
HMHTEepecHO TO, 4TO TMOoCie MOAaBICHUST HETOPETLIM -
KallMM B IIPULIEHTPOMEPHOM I'e€TEpOXPOMATHHE MOXK-
HO HaOJ0OaTh XapaKTepHYIO VIS IUIEd XPOMOCOM
KaptuHy: 0eqok RCCI1 cBsg3bIBaeTcst ¢ TEMHBIMH
yyactkamu, a CHRIZ co cBeTnbiMu ydyacTKamMu Xpo-
MOCOMBI.
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BJIATOJAPHOCTH

B pabote 6pUM Mcoab30BaHb pecypchl LleHTpa Ko-
JICKTUBHOTO TIOJIb30BaHUs “MoJieKyJisipHasi M KJIeTOUHasI
ouosorust” mpu UMKB CO PAH.

OPMHAHCHUPOBAHUE

JlaHHOE HCccieToBaHUe BBIMTOJHEHO MpU (DMHAHCOBOM
nonaepxke rpanta PH® 19-14-00051-11.

COBJIIOJEHUE 5TUYECKUX CTAHIAPTOB

npl/l BBIMMOJITHCHUM OJAaHHOIoO HMCCICAOBAHUA JIIOAU U
KMBOTHBIE HE MCHOIb30BAJIMChH B KAYECTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTODBI 3asIBJISIIOT, YTO KaKOW-TMOO0 KOH(MJIUKT MHTE-
DPECOB OTCYTCTBYeT.

NHO®OPMALINA O BKITAILE ABTOPOB

T.IO. 3bpikoBa BBIMONHSIA OCHOBHYIO 3KCIIEpUMEH-
TaJIbHYIO paboTy, ydacTBOBasIa B 0OCYXX/I€HUU PE3yJIbTaTOB
U HamucaHuu ctatbu. M.B. ManblieBa BBINONHSIIA LIMTO-
JIOTUYECKHE IKCTIEPUMEHTHI, fejiana BectepH-6J10T U3 Ma-
Tepuaja JIMHUI C pa3HbIMU J03aMU MYTAHTHBIX T€HOB.
I'.B. IloxosikoBa co3naja JMHUIO, CONEpXKaIlyl0 MyTaHT-
Hble ajutenu Tpex reHoB. C.A. Jlemakos, FO.A. Bepsickuna
TUIAHUPOBAIM 9KCIIEPUMEHTHI U aHAJIM3UPOBATIU Pe3yJib-
taThl BectepH-00T. O.U. JlaBpuK yyacTBOBajia B 00CYX-
IIEHUU pe3ynbTaToB U peaaktupoBaya tekct. T.JI. Konec-
HUKOBa ydyacTBOBaJa B mojydyeHuu juHuu SuURES
Su(var)3-9°° Rif1' n npenocrasuia ¢hotorpadbun HUTOIO-
TMYECKIIX TIpenapaToB JuHuit Oregon u SuURES Su(var)3-9°
Rifl’. N.®. JKuMyieB MHULIMUPOBAJ HAMCAHUE CTaTbH,
TUTAHUPOBAJ BKCIIEPUMEHTBI, aHAIU3UPOBAJI PE3YIbTaThl
U y4acTBOBAJI B HATTMCAHUY TEKCTA CTaThU.
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Conservative Protein RCC1 Is a New Component of Black Bands
of Drosophila melanogaster Polytene Chromosomes

T. Yu. Zykova® *, M. V. Maltseva!, S. A. Demakov!, G. V. Pokholkova!, Yu. A. Veryaskina!,
O. 1. Lavrik?, T. D. Kolesnikova!, and I. F. Zhimulev'
!Institute of Molecular and Cellular Biology, prosp. ak. Lavrentieva 8/2, Novosibirsk, 630090 Russia
?Institute of Chemical Biology and Fundamental Medicine, prosp. ak. Lavrentieva 8, Novosibirsk, 630090 Russia
*e-mail: vatolina@mcb.nsc.ru

Previously, the RCC1 gene (Regulator of Chromosome Condensation 1) was characterized, which is consid-
ered a regulator of chromosome condensation in the cell cycle. This gene encodes a nuclear protein whose
amino acid sequence is highly conserved among all eukaryotes and consists of seven repeating units. We have
shown that all the most prominent black bands of polytene chromosomes (about 250) and the chromocenter
bind antibodies to this protein. We found that antibodies to the xenopus RCC1 protein specifically bind to the
Drosophila and human RCC1 protein, while in Drosophila lines with under replication suppression, the rela-
tive amount of the RCC1 protein increases compared to the wild type.

Keywords: housekeeping genes, developmental genes, bands, interbands, RCCI1 protein, polytene chromo-

somes, Drosophila melanogaster

OHTOI'EHE3 TtoMm 54 Ne2 2023




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages false
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile (Color Management Off)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 290
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages false
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 600
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.01667
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 290
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 600
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 2.03333
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 800
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 2400
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /RUS ()
    /ENU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [2834.646 2834.646]
>> setpagedevice




