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B 00630pe aHanM3upyl0TCsl CPaBHUTEbHBIE U DKOJIOTMYECKUE acleKThl MpeoOopa3oBaHuii paHHETo pa3BU-
THs B Ki1acce Amphibia. Mcmonb3oBaHbI JaHHBIE IO Pa3HOOOPA3MI0 OHTOIE€HE30B B PSIie CEMEIMCTB OTPSIIOB
Anura u Caudata, y KOTOpbIX MHOT'M€ BUIbI yTPATWUJIM CBSI3b C BOOHOI cpenoit. MoaenbHbIe IpencTaBUTE N
knacca Amphibia (Ambystoma mexicanum, Rana temporaria n Xenopus laevis) UMeIOT siiilia HEOOJIBIIIOTO pa3-
Mepa (ouameTp He 6oJjiee 2.5 MM), a 3aMelJIeHMEe TeMIIOB KJIETOUHbBIX IeJIeHUI 1 MOTepsl UX CUHXPOHHOCTU
IPOMCXOISIT Ha CTaIuU cpeaHeii 61acTyibl. OgHako drioreHeTUYeCKH 0a3aibHbIe BUALI aMbuouii (Asca-
phus truei, Cryptobranchus alleganiensis) XapaKTepu3ylOTCS KPYIMHBIMU (quaMeTp 4—6 MM) U GOraTbIMU
JKEJITKOM STAIIaMU ¥ KOPOTKOM cepueil CHHXpOHHBIX IeJICHU 61acTOMEpOB (CHHXPOHHOCTD TePSIETCS yKe
Ha 8-KJIE€TOYHOM cTaauu ApoOsieHus ). ¥ HUX HeT “cpemHebiacTyabHOro repexona” (midblastula transi-
tion), KOTOpPHBIit XapakKTepeH, HarpuMep, IS TIepEeUYNCIICHHBIX BBIIIe MOIETbHBIX BUIOB. C Ipyroii cTopo-
Hbl, MHOTUE 2BOJIOLIMOHHO MPOJABUHYTbIE HEMOEJIbHbIE BUIbI XBOCTATBIX U 0€CXBOCTHIX aMbuouii (Ha-
npumep, Desmognathus fuscus, Gastrotheca riobambae, Philoria sphagnicolus) Tak e, Kak 1 6a3ajibHbIe BU-
IIbl, XapaKTepU3YIOTCs KPYMHBIMHU, OOraTbIMU 3KEJITKOM SillaMyd W paHHel ToTepeil CUMHXPOHHOCTU
KJIETOYHBIX JejeHnii. OUIoreHeTUIeCK aHaJIM3 MPEIIojiaraeT, YTo MaTTepH ApOOIeHUS 3apOabIlIeit y
NIBYX HauOoJjee MoapoOHO U3yUYeHHBIX MpeacTaBuTeNieit aMmpuouii, MekcukaHckoro akconotisa (Caudata)
1 apUKAHCKOM IIMOPIIEBOM JIATYIIKU (Anura), TIpeacTasisieT romoruiasuio. CpenHe6IacTyIbHBIN mepe-
XOJI, KOTOPBI XapakTepeH IJIsl 9TUX ABYX BUAOB, MOT 3BOJIIOLIMOHUPOBATH KOHBEPTEHTHO B IBYX OTPsIIax
aMbubMii Kak SMOpUOHAIbHAS aJanTalys K MPOTeKaHWIO Pa3BUTHS B CTOSTYEH BoOIE.

Knroueswie ciosa: amdubum, TaTTepH OejeHUi ApoOeHUs, pa3Mep siflia, perpOAyKTUBHbIE CTpaTeTUu,
CpemHeOIaCcTYIbHBII TTePeX0, IBOTIOLMS Pa3BUTUS

DOI: 10.31857/S0475145023020027, EDN: XEUFTM

BBEAJEHUWE

XBocTtatble aMbuodun Ambystoma mexicanum, Lis-
sotriton vulgaris, Pleurodeles waltl, 6ecxBocTbie ampu-
oun Rana pipiens, Rana temporaria, Xenopus laevis n
ellle HECKOJBbKO BUIIOB €BPOMNEUCKUX, SIMTOHCKUX U
ceBepoaMepPUKAHCKUX TPUTOHOB U JISITYIIEK SIBIISIFOT-
Csl MOJIEJIbHBIMU U OOCTOSITeJIbHO U3YYEHHBIMU 00~
exTtamu Ouojiornu passutus (Rugh, 1951; Dettlaff,
Vassetzky, 1991; Nieuwkoop, Faber, 1994; Nieu-
wkoop, 1996; Hermad, 2001 u gp.). B yacrHOCTH,
nepBuyHas nuddepeHInaus Ha aHMMaJlbHEIE U Be-
reTaTUBHBIC OJlaCTOMEpPbl MPOMCXOOUT Ha CTaauu

125

BOCBMHU KJIETOK (B pe3yJbTaTe TPEThEero ACICHUS
JIpo6yieHus, 60pO3Abl KOTOPOTO SIBIISIOTCS ITAPOT-
HBIMM); B aHUMAJILHOM MOJYILIAPUU PaHHEro 3apo-
IbIIIa TOCJEe OIUIOAOTBOpEHUSI IporekamT 10—
12 OBICTPBIX CUHXPOHHBIX JEJICHUI ApobieHus. 3a-
TEeM Ha CTaguu CpeaHeit 6J1acTy bl HACTYIAaeT TaK Ha-
3bIBaEMbIil “CpemHeOJIacTYIbHBII mepexon”, Koraa
3aMeISIeTCsl CKOPOCTh KJIETOYHBIX ASJACHUI U MaTe-
PWHCKUIT KOHTPOJIb paHHET0 OHTOIeHe3a CMEHSIeTCS
Ha 3urotmyeckuii (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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OnHAaKO MEKCUKAHCKHUI aKCOJIOTIb, adpuKaH-
CKasl LInoplieBast JATYIIKA U HECKOJIbKO BUIIOB JISITY-
IIEK U TPUTOHOB U3 YMEPEHHBIX HUPOT CeBEPHOTO
MOJIyLIapusl He TIPEICTABISIOT BCEX 3€MHOBOIHBIX.
Knacc Amphibia (cormacHo TaHHBIM Ha 12 ceHTSIOps
2022 r.) Bkatovyaetr 7500 BugoB Anura (6ecXBOCTbIE
am¢uoun), 774 Buna Caudata (xBocTtaTbie aM(puONMN)
n 215 BumoB Gymnophiona (6e3Horue amuoONUN)
(AmphibiaWeb, 2022). AMbu61UU xapakTepusyroTcs
OGOJIBIIMM 3KOJOTMYECKMM U OHTOT€HETUYECKUM
pazHooOpaszueM (Duellman, Trueb, 1994; Elinson,
del Pino, 2012; Gomez-Mestre et al., 2012; Pereira
et al., 2017; Liedtke et al., 2022 u ap.). Ux perrpomyk-
THUBHYIO cTpaTeruio (reproductive mode) onpenensi-
IOT KaK COYEeTaHUE OCOOEHHOCTEM Pa3sMHOXEHUS U
pa3BUTHSL, KOTOPBIE BKITIOUAIOT: MECTO OTKJIANKH STI1IA,
XapaKTepUCTUKY Siilla U KJIaaKU, CKOPOCTh U IJIU-
TEJILHOCTb pa3BUTHSI, CTAAUIO U pa3Mep OpraHu3Ma
MPY BBUTYIUICHUM U TUIT POIUTEIBLCKOM 3a00ThI, €CJIN
oHa ecTb (Duellman, 1985). OcobeHHO pa3zHOOOpa3-
HBI pENPOAYKTUBHbBIE CTPATErnu B OTpsiae Anura, rie
[0 HOBEMWIINM JaHHBIM WX HACUYUTHIBAIOT OKOJO 70
(Nunes-de-Almeida et al., 2021).

VXe okoi0 cTa JeT ToMy Ha3aa ObLIO M3BECTHO
3HAYUTEJILHOE YKCJIO BUIOB OECXBOCTHIX U XBOCTa-
ThIX aM(UOUil ¢ KPyITHBIMU, OOTaTBIMU KEJITKOM
sitamu (Sampson, 1900, 1904; Eycleshymer, 1904;
Hilton, 1904; Smith, 1906; Noble, 1927 u ap.). [1po-
Lecc ApoOJIEHUSI Y HUX CYIIECTBEHHO OTJIMYAETCS OT
“cTaHOApTHOTO” paHHETO Pa3BUTUS Y TAKNX XXKUBOT-
HBIX, KaK, Harpumep, 0ObIKHOBEHHBI TPUTOH, MEK-
CUKAHCKMI1 aKCOJIOT/Ib, LIIOPLEeBast U TPaBsHasl JIsI-
rymku. TeM He MeHee, B TeUeHMEe MHOTUX ASCATUIIC-
TU aMmbUOUU ¢ KPYMTHBIMU STHIIEKJIETKAMU (IuaMeTp
6oJiee 2.5—3 MM) IpakTUYECKU HE TIPUBJICKAIN BHU-
MaHUs1 3MOpuoJioroB. OmnpeneneHHOE OXUBJICHUE
MHTEepeca K MCCIeIOBAaHUSIM PAHHETO Pa3BUTUSI 3TUX
KMBOTHBIX ITOSIBUJIOCH JIMIIb ITpuMepHo 30—40 et
tomy Ha3an (del Pino, Escobar, 1981; Elinson, del Pi-
no, 1985, del Pino, 1989; Elinson et al., 1990; Collazo,
Marks, 1994; Wake, Hanken, 1996). OgHako mo Ha-
CTOSIIIIETO BPEMEHHM OOJbIlle BHUMAHUS YAEISUIA
CPaBHUTEILHOMY aHaJIU3y TacTpyJsiliMM B KJjacce
amduonii (Keller, Shook, 2004; del Pino et al., 2007;
Moya et al., 2007; Elinson, del Pino, 2012; Desnitskiy,
2020), yeM HOOTacTpPyJSIMMOHHBIM 3TaraM WX 3M-
OpuoreHesa.

HacTtosiiast crathsl mocBslliegHa MIaBHBIM Oo0Opa-
30M CPaBHUTEJbHBIM W 3BOJIIOIIMOHHO-3KOJOTNYe-
CKMM acrnekTaM NpOTeKaHUs AOracTpyJsIIMOHHOTO
pa3BuTUs B Mpeneiax kiacca Amphibia. I[Tpu sTom
Heu30eXKHO MPUXOIUTCS UCTIONB30BaTh TAKXKe U HEKO-
TOpbIe JaHHBIE JTUTEPATYPHI MO MOCIEAYIOLIAM STanam
oHTOoreHe3a. Haubonblliee BHMMaHUE Mbl yOejusieM
MpeACTaBUTENSIM OTpsiia Anura, caMoii OOIIMPHON
IpyMIibl 3eMHOBONHBIX. B KauecTBe OTIpaBHOI TOYKHA
OepeTcs pacCMOTPEHME TOTaCTPYJISILIMOHHOTO ABMOPUO-
reHe3a JBYX BUIOB HEOTPOMUYECKUX Jsaryiuek FEleuth-
erodactylus coqui v Gastrotheca riobambae, pa3BuTHe Ko-

TOPBIX M3yJaJIi B TIOCIENHME ToAbl. Jlanee mpuBIeYeHbI
JaHHbIE 110 paHHEMY OHTOIEHE3Y JIATYLIEK U3 OPYyTUX
CEeMEICTB 1/WIN U3 APYI'UX YacTeii cBeTa. 3aTeM MOCIIe
PacCMOTPEHUSI TaHHBIX COOTBETCTBYIOIIEH JTUTEpaTy-
pol 110 oTpsiny Caudata KpaTko oOCyKmaroTcsl JaHHbIE
0 3MOPHUOHAILHOMY Pa3BUTHUIO MPEACTABUTEICH OT-
psima Gymnophiona. Hakonerr, mpencTaBieHbI pe3yiib-
TaThl (PUITOTEHETUYECKOTO aHaJIn3a Mpoliecca JpodJie-
HUS 3apoablieit aMpuounii. AHIIECTpaJIbHBIMU OHTO-
TeHEeTMYECCKMMHM TNpU3HaKaMM I Kiracca Amphibia
SIBJISTIOTCSI KPYITHBII pa3Mep siflia (nuametp Oosee
2.5 MM), BepTUKaJIbHbIE OOPO3IBI TPETHETO JeJICHUS
IpoOJICHUS M yTpaTa CHHXPOHHOCTH 0JIaCTOMEPOB
yXXe Ha paHHMUX CTaausX Npo0JeHus (Jallle BCero Ha
8-KJIIETOYHOM CcTaguu), YTO IIpPeAIiojaraeT OTCYT-
CTBHE CpenHeOJIaCTyJIbHOIO IMepexoda B pa3BUTUU
caMbIX TPUMUTHUBHBIX TIpeAcTaBUTENIeld Anura u
Caudata.

PAHHEE PA3BUTHE
HEKOTOPBIX “HEMOIEJIbHbBIX”
BECXBOCTbIX AM®UBNUN

IMonasnsiioliee 6OABIIMHCTBO BUIOB OECXBOCTHIX
ampubuii, nzyyaemblx amMOpUoJioraMu, OOUTAIOT B
yMepeHHbIX mmpoTtax EBpomnbl, Asum u CeBepHOH
Amepuku. Kak nmpaBuiio, 3T XXMBOTHBIE (HaripuMep,
Bufo bufo, Rana pipiens, R. temporaria) XapaKTepu3ylOT-
cs1 OuGa3HbIM XKU3HEHHBIM LIMKJIOM: OTKJIAIbIBAIOT
siiilla B CTOSTYYIO BOAY U UMEIOT JIMUMHOYHYIO CTaJUIO
IUIABAIOIIETO 3K30TPO(HOIO TOJIOBACTHMKA, KOTOPHIM
3aTeM IIpeTepIlieBacT MeTaMopd 03 eper BEIXOI0M Ha
cyury. Takoit e 6uasHbIi IUKIT pa3BUTUSI XapaKTe-
peH 1151 apyuKaHCKUX Jisirylek X. laevis u X. tropicalis
(cemeiictBo Pipidae), cTaBIIMx K HacTOSIIEMY Bpe-
MEHU MOJEIbHBIMUA OOBEKTaMU 3MOPUOJIOTUU aMpuU-
ouii (Dettlaff, Vassetzky, 1991; Nieuwkoop, Faber, 1994;
Hirsch et al., 2002), a Takke misi HEKOTOPBIX APYTHX
Tpormyeckux jsaryiek u xkad (Haddad, Prado, 2005).

OnHako y 3HAYUTEJBHOTO YHCIA TPOMMUYECKHUX
BUI0B Anura UMeeT MecTo MpsiIMoe pa3BUTHe Oe3 cTa-
Iy rosoBactuka. M3 suil, oTK1aabiBaéMbIX Ha 3€M-
JII0, B MOJA3€MHbIE HOPbI WJIM B THEe3/1a Ha JIEPEBbSIX,
BBUTYILISIIOTCS. MUHUATIOpHEIE jsarymaTa (Lutz, 1947,
Callery, 2006; Hedges et al., 2008; Padial et al., 2014;
Liedtke et al., 2022). Cragus rojoBacTMKa OTCYT-
cTtByeT 6osiee ueM y 1800 BumoB 6GecXBOCThIX aMpu-
6uit (6omee 25% OT Yurciia BCeX ONMMMCAHHBIX BUIOB).
IMpssMoe pa3BUTHE BO3HUKAJIO B MpeAeax oTpsiaa
Anura He3aBucumo 6osee 10 pa3. B aBomonmoHHOM
OTHOIIEHUU OHO SIBJIsIETCS 00Jiee MPOABUHYTHIM 1O
CpaBHEHUIO C aHLECTPaJIbHbIM OM(pa3HbIM XU3HEH-
HBIM LIMKJIOM, BKJIIOYAIOIIUM JIMYMHOYHYIO CTaaUIO
(Duellman, 1989; Elinson, 1990, 2013). IIpssMoe pa3-
BUTHE Y JISTYIIIEK BCETAA COMPSIKEHO ¢ YBEIMYEHUEM
IuamMeTpa siila, 3HaYuTeJIbHbIM YMEHbIIIEHUEM YKC-
Jia u11 B KJIaJIKe, a TaKKe HAJTMUYUEM POAUTENIbCKOM
3a00THI 0 ToToMcTBe (Gomez-Mestre et al., 2012).

OHTOI'EHE3 TtomM 54 Ne2 2023
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Puc. 1. CxemaTnuHOe M300paXkeHrEe paHHMX 3apObIIIeii TpeX BUIOB JISITylIeK. Bua ¢ aHMMaabHOro moiioca. (a) 3apOIbIlil
Eleutherodactylus portoricensis Ha ctanuu 16 61actomepos (mo: Gitlin, 1944, ¢ ynpoiuenusimu); (6) 3apoabliil Rana temporaria
Ha ctaguu 16 6macroMepoB (mo: Morgan, 1897, ¢ ynpomeHusiMu); (B) 3aponsiil Gastrotheca riobambae nipu hopMUPOBaHUU
craguu BocbMu 06yactomepos (mo: del Pino, Loor-Vela, 1990, c ynpoiienusimu). 3Be3q104ukamMu 0003HAUYEHBI 1BE BEPTUKATIbHBIE
00pO3IbI TPETHETO AeIeHUS NpOobeHus 3aponabiiia G. riobambae. AnameTp stituay E. portoricensis, R. temporaria v G. riobambae
COCTaBJISIET COOTBETCTBEHHO 3—4 MM, OKOJIO 2 MM 1 OKOJIO 3 MM.

Cpenu 6ecxXBOCTBIX aM(pUOMiA, y KOTOPBIX HET CTa-
WY TOJIOBAaCcTUKa, HauboJiee U3ydeHHBIM BUIAOM SIB-
JIsieTcs tuctoBas Jsryika E. coqui (cemeiictBo Eleu-
therodactylidae), TUNMYHBIN MpeaCTaBUTENb (hayHbI
octpoBa Ilyapro-Puko (Elinson, 2021). CemeiicTBO
Eleutherodactylidae Bkimogaer 233 Bumpa JISITYIICK
(AmphibiaWeb, 2022), oOurtamolImx BO BJIaXKHBIX
Tpormueckux Jiecax LlenrpanpHoii 1 FOxHOI Ame-
puKH, a Takke Ha ocTtpoBax Kapubckoro Gacceiina.
IToutu Bce 3TH BUABI, IIO-BUAMMOMY, XapaKTepu3y-
1oTcs npsimbiM passutueM (Callery et al., 2001). Ha-
3BaHHOE CEMEWCTBO JISATYIIEK BMECTE€ C IPYTrUMU
0GJIM3KO POACTBEHHBIMU HEOTPOIMMYESCKUMU ceMeii-
crBamu Brachycephalidae (77 BunoB), Ceuthomanti-
dae (6 BumoB), Craugastoridae (129 BumoB) u Stra-
bomantidae (775 BUmoB) 0OBEIMHSIOT B OOIIMPHYIO
rpynny Terrarana (6oisee 1200 BumoB Ha OrpOMHOI
tepputopuu ot rora CIIIA mo ceBepa ApreHTUHHI).
XapakTepHBIMH IIPU3HAKAMHU IJIsI 3TOM TPYIIIBL SIB-
JISTIOTCSI pa3MHOXEHME Ha 3eMJIe U IIPSIMOE pa3BUTHE,
6e3 craguu rojoBactuka (Heinike et al., 2007, 2018;
Hedges et al., 2008). Camka Eleutherodactylus oTkna-
JIbIBaeT mpuMepHo 40 60raThbix >KeJITKOM 1 IIOUYTH He-
MMUTMEHTUPOBAHHBIX UL auamMeTpoMm 3.5—4.0 Mm
(Elinson et al., 1990). HamoMmHuM, 4TO 3peJioe Siio
X. laevis umeet mmametp 1.2—1.4 MM 1, TAKMM 00pa3oM,
ero ooreM nmpuMepHoO B 20 pa3 MeHbIIIe O0beMa Sifla
E. coqui. B mabopaTopHBIX YCIOBUSIX IIPU TEMIIEPAType
25°C mpuOMm3nTeNnbHO Yepe3 17 cyT MHKyOaly 13 STUL]
Eleutherodactylus BEITYTUISIIOTCS JISITYIILIATA.

bonee 500 BumoB Anura m3 HECKOJBKUX NPYTUX
ceMeiicTB, oouTaromux B Appuke, FOxHoit u FOro-
BocTouHoit A3uu, ABcTpaniuu 1 OKeaHUU TakXkKe Xa-
pakTepu3yloTcsl IpsMbiM  pa3ButueM (Duellman,
Trueb, 1994; Callery et al., 2001; Desnitskiy, 2012;
AmphibiaWeb, 2022). OnHako paHHU 3MOpHUOTreHe3
Y HUX TPAKTUYECKU HE U3YUYEH U IO3ITOMY Mbl UX CEli-
yac He paccMaTpUBaeM.

OHTOTEHE3 Ne 2
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Hekoropble cBeaeHUsI 0 HayaJdbHBIX dTarax 3M-
opuoreHe3a E. coqui nansl B psane crareii (del Pino,
Elinson, 2003; Elinson, 2009; Elinson et al., 2011;
Schmid et al., 2012; Karadge, Elinson, 2013). ITopsi-
IIOK TIPOXOXIEHHS 60pO31 paHHETO IPOOJEHUS OT-
JIMYEH OT TAaKOBOTO Y Xenopus, Rana i MHOTUX IPYTUX
O6ecxBocThIx amuouii. Tak, y OOJBIIMHCTBA 3apO-
nereit E. coqui mopdomorndeckas guddepeHma-
IS Ha aHUMaJIbHBbIE M BeTeTaTUBHBIE OJIaCTOMEPHI
MIPOUCXOAUT TOJBKO Ha 16-KJIETOYHOM CTaguw, T..
TTOCJIe YeTBEPTOTO AeJIeHUS IpobiaeHus. Bo3Hmkato-
IIMe Ha 3TOM CTanuu APOOJIEHUST BOCEMb MAJIEHBKMX
aHUMAaJIbHBIX 0JJACTOMEPOB COCTABJISIIOT BCETO JIUIIb
okoJio 1% ot ob1ero oobseMa stitiia E. coqui M BITO-
CJIENCTBUM 00pa3yloT OYeHb TOHKYIO, TTOJTYIIpO3pad-
HYIO KpBbIIIy OJIACTOLIeNSI, COCTOSIIIYI0 W3 OIHOTO
CJI0ST KJIETOK.

CXomHBIN mMaTTepH paHHETO IPOOJISHUS XapaKTe-
peH U 1J1s Apyrux npeacraButeneii cemeiictBa Eleu-
therodactylidae: FEleutherodactylus nubicola (Lynn,
1942), Eleutherodactylus portoricensis (Gitlin, 1944) u
Adelophryne maranguapensis (de Lima et al., 2016).
OmHako OHM WM3y4eHBI B MEHBIINECH CTeTIeHU, YeM
E. coqui. Ha puc. 1a—106 mpencraBieHO CONOCTaBIIE-
HUEe paHHUX 3apompbliieii E. porforicensis 1 OMHOTO U3
MOJIETBLHBIX BUIOB JIATYIIEK R. femporaria.

V zaponsiieii E. coqui CMUHXPOHHOCTD JeNCHUMA
paHHero ApoOJieHUs] MOAAEePKUBAETCS, TO-BUINMO-
My, MUHUMYM 10 32-kierouHoii ctamuu (del Pino,
Elinson, 2003; Schmid et al., 2012). OM0proHanbHOE
pa3BUTHE XapaKTepu3yeTcsl ObICTPbBIMU TEeMIIaMH,
OIHAKO TPOJOJIKUTEILHOCT WMHTEPBAJIOB MEXAY
MEPBBIMU TISITbIO CUHXPOHHBIMU JeJIEHUSIMU APO0-
JIeHUsI TOYHO He ompeneseHa. OueHb BaXXHO OTMe-
TUTh, YTO MHULAALIUS 3UTOTUYECKOM TPAHCKPUITLINU
(CXOOHOM ¢ TAKOBOM IIPU CPEAHEOIAaCTYILHOM IIepe-
xone y X. laevis) conpsixeHa 'y Eleutherodactylus He co
cTamuel cpeaHeli G1acTylibl, a ¢ HaYaJlOM racTpyJisi-
muu (Chatterjee, Elinson, 2014). ITonHoii aHanoruu
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CO CcpemHeOJIacTyIbHBIM IIEPEXOI0M, XapaKTePHBIM
JISI MOAEIBHBIX BUIOB aM(UOUii, CKopee BCero HeT:
y A. mexicanum n X. laevis ipu (oopMUPOBaAHUM CPE/l-
Hel 0J1aCTyJIbI IPOMCXOIUT HE TOJIBKO OOIIMPHAST aK-
TUBALMS 3UTOTUYECKON TPaHCKPUIILIMM, HO OMHO-
BPEMEHHO TaKKe IOTepsi CUHXPOHHOCTU JIeJICHUMA
KJIETOK 1 TEePECTPOMKa KIJIIETOYHOIO IMKJA. Takum
o0pa3oM, y HEKOTOPBIX HEMOIIEIbHBIX BUIOB Anura
aKTUBALMS 3UTOTUYECKOM TPAHCKPUIILINU U OTEPS
CHMHXPOHHOCTH JIeJIEH!I 01aCTOMEpPOB HE 00513aTeJIbHO
“CLIeTIEHBI” MEXIy COOO M MOTYT ITPOMCXOIUTH Ha
pa3HBIX CTAOUSIX paHHEro pa3BuTUs. Pasymeercs, He-
obxommM 6oJ1ee TTOIPOOHBIIT MOPPOIOTUIECKHUIA T MO -
JIEKYJISIPHO-T€HETUYECKU M aHaINU3 10TacTPYJISIIIMOH -
HBIX 3TaIlI0OB 3MOpHOIreHe3a HEOTPOIIMYECKOM JISITYIII-
ku E. coqui.

Cpenu Opyrux HeOTPONMUYECKUX OECXBOCTHIX aM-
¢ubuii ¢ “HecTaHZAPTHBEIMU TIATTEpHAMU PAHHETO
OHTOTeHe3a OTHOCUTEILHO MOJAPOOHO U3yYallv TOJIb-
KO cymuaryio Jarymiky G. riobambae (ceMeiicTBO
Hemiphractidae, kotopoe coctout u3 122 Bunos) (del
Pino, Escobar, 1981; Elinson, del Pino, 1985; del Pi-
no, Elinson, 2003; del Pino, 1989, 2019, 2021). Ona
o0uTaeT B TOPHBIX AOJIMHAX DKBamopa Ha BBICOTE
2500—3200 M Hax ypoBHeM Mopsi. CriapyBaHUe JISITy-
IIIeK IIPOMCXOAUT Ha 3eMJIe, a B KiIajike B cpenHemM 130
0OOraThIX >KEJITKOM 1 OY€Hb CJIa00 IMMTMEHTUPOBAHHBIX
SIML AMAaMETPOM OKOJIO 3 MM. 3apObILIN Pa3BUBAIOT -
cs B CyMKe Ha CIIMHE MaTepy MPUMEPHO B TEUCHUE
3—3.5 mec. (Temneparypa B Teppapuyme 17—23°C),
rocJie 4ero c(popMupoBaBIIMECcs TOJI0BACTUKN OCBO-
0OXIAal0TCsI U3 CYMKU B Bomy. Takum obOpasom, s
3TOM CyMYaTOil NATYIIKWA XapakKTepeH Omda3HbIin
>KU3HEHHBIN HUKJI. PanHnit am6puorenes G. riobam-
bae xapakTepu3yeTcsl OUeHb MEIJICHHBIMU TEMITAMMU:
JUIMTEJIbHOCTD TIEPBOI0 KJIETOYHOIO KA B IIEPUO-
ne npoobjenus npu 17°C cocTapisieT okoJio 12 4 (ox-
HAKO 3aBUCHUMOCTb CKOPOCTH Pa3BUTHUS OT TeMIIepa-
TYPBI HE U3YyYaJin).

B ananmse ocobeHHOCTEM HaYaIbHBIX 3TAIIOB 3M-
opuoreHe3a G. riobambae (del Pino, Loor-Vela, 1990)
Obl1a HMCMOJb30BaHa KiaccudUKalysl IaTTepHOB
IpoOJIeHWsI Y MO3BOHOYHEIX, IpemioxXeHHass Hemnb-
ceHoM (Nelsen, 1953, p. 283). bopo3abl NEpBHIX ABYX
JIPOOJICHUI SIBISIIOTCS MEPUAUOHAIBHBIMUA U MTOCTE-
IICHHO MPOXOMAIT II0 sty Gastrotheca OT aHUMaJlb-
HOTO TI0oJIoca K BereraTuBHoMy. OmHaKo OOpO3mbl
TPETHETrO APOOJICHMS HE MEPUINOHAILHEIC, a BEPTH -
KanbHEIe (puc. 1B). IIpenronaraloT, 4To 3TO CBI3aHO
¢ 6onpiuMm paszmepom gitia (del Pino, Loor-Vela,
1990). BepTukanbHbie 60po3abl (Tak ke Kak U Mepu-
JIVOHAIbHEIE O0PO3Abl MPEAbIIYIINX IeJICHUIT 1p00-
JIEHUST) UMEIOT TEHACHIIMIO IIPOXOIUTh B HaIlpaBJie-
HUY OT aHUMAaJbHOIO IT0JII0Ca K BereTaTUBHOMY, HO
OHHM He pacceKarT o0a IToIioca Sifla U He IIPOXOIST
yepe3 ero neHtp. Ilorepss CMHXpPOHHOCTU NEJICHUIA,
MOSIBJICHUE SIAPHILIEK W CBSI3aHHASI C 3TUM aKTHBa-
nusg cuHte3da pPHK mpoucxomdar yxe Ha cragum
BocbMM O61actomepoB (del Pino, Loor-Vela, 1990; del

Pino, 2018). HamomuumM, uto y X. laevis nepnon cuH-
XPOHHBIX JAeJeHUI NpoOJIeHUs BKIIOYAET OKOJIO Jie-
CATU KJIETOYHBIX LIUKJIOB, KaXXAbI M3 KOTOPHIX MPU
17°C pnurcsa 45 mun (Dettlaff, Vassetzky, 1991).

Ilo psoy ¢dm3nonorndyeckmx HpU3HAKOB (OYEHB
MeJJICHHbBII TeMII ApO0OJIeHUSI, paHHSs ITOTePs CUH-
XPOHHOCTH KJIETOYHBIX JEJICHUI, aKTUBALIUSI CUHTE -
3a PHK Ha HavanpHBIX cTamusx OPOOJICHMS) dM-
opuoreHe3 G. riobambae, NpOUCXOASILNI MO, 3aIIU -
TOIf MAaTEpUMHCKOTO OpraHn3Ma, B KaKOi-TO CTEIICHU
HAIOMWHAET paHHee pPa3BUTHE MIIEKOITUTAIOIINX.
CXOJICTBO C 3apOoJbllIaMU MJIEKOITUTAIOLIMX ITPOSIB-
JISIETCS ellle ¥ B TOM, UTO 3apOBIIIN 3TO CyMYaTOMN
JISTYIIKW TTOJy4aloT OT MATePUHCKOIO OpraHM3Ma
BOY, a TAKXKe C MOMOIIbIO MaTepU OCYILIECTBISIETCS
razoobmeH (del Pino, Escobar, 1981; del Pino, 2018).
OnHaKo paHHee pa3BUTHE CyMYAThIX JIATYIIEK, pas3y-
MEETCsI, OTIMYAETCSI OT pAHHETO Pa3BUTUS MJIEKOITH-
TaAIOIIMX KPYITHBIM pa3MepOM SIMIEKIIETOK U OOJIb-
IIIMM 3aITacoM KeJITKa.

Craguu cpemHei 6J1acTyNIbl U paHHEM TacTPYIIbl Y
G. riobambae mOCTHTAIOTCS COOTBETCTBEHHO IIpH-
MepHo 4epe3 4 u 7 mHel nmocie oruiogoTBopeHus (del
Pino, Escobar, 1981; Elinson, del Pino, 1985; Elinson
etal., 1990; del Pino, 2019). biactyna racTpoTeku co-
CTOUT U3 MaJIECHbKMX aHUMAaJIbHBIX 0JTACTOMEPOB, KO-
TOpbIe 00OPAa3yIT OTHOCIOMHYIO, MOIYIIPO3PAYHYIO
KPHIIIY OJIACTOLIENSI, U KPYITHBIX, OOTaThIX JKEITKOM
BereTaTUBHBIX 0J1aCTOMEPOB.

INepeiinem K paccMOTpPEHUIO PaHHETO Pa3BUTUS
HEKOTOPBIX APYIUX JISATYILIEK, UMEIOIINX Ouda3HbIi
KMU3HEHHBII [IUKII, Y KOTOPBLIX OHTOTEHE3 UMEET OCO-
OEHHOCTH, OTJIMYHBIE OT MOIEIbHBIX OECXBOCTBIX
aMubuii co cragueil aKTHMBHO IUIABAIOIIETO 3K30-
TpodHOro romopacTuka. OcoOblil MHTEpEeC MPEACcTaB-
JsitoT maHHble (de Bavay, 1993) mo smOpuosioruu aB-
CTpajniickoii MoxoBoi ysryiiku Philoria (Kyarranus)
sphagnicolus (cemeiictBo Myobatrachidae), kuBymiei
BO BJIZXXHBIX TOPHBIX CyOTPOIMYECKUX Jiecax ITaTa
Hoserit FOxHBIN Yaabe. B kinagke 30—90 HenmurMeH-
TUPOBAHHBLIX M OOTaThIX KEITKOM SIUIl TUAMETPOM
okoJio 3.3 mM. Pa3BuTHe npoTeKkaeT B IEHHOM THEe3-
Jie, HaxOoIsIIeMcsl B HeOOJIbIIIO HOpe WX BIIaAUHE
BO BiIaxKHOM MXy. CHHXpPOHHOCTb JIeJIEHUI Apo0bJie-
HUS yTpaunBaeTCs yKe Ha 8-KJIETOUHOM cTamuu. B
9TOM CTaThe II0Ka3aHO, YTO “IIJIOCKOCTb TPETHETO
Ipo0OJIeHMs BepTUKaIbHAs, KaK y MHOTHX aMpuoOmii ¢
OorarbiMu KenTKoM siiiiamMu” (de Bavay, 1993, p. 151).
CKOpOCTh pa3BUTHUSI AOCTATOYHO MeMJICHHAs: IIpu
18°C racTpynsiuyst HaUMHAETCS He paHee, 4eM dyepes
60 4 mocie omtomorBopenus. Ilocie BBLIYIUIEHMS
rojioBacTuku P. sphagnicolus octaiotcst B THe3ae. OHu
MaJIOIIOJBVKHBI U MUTAIOTCS SHAOTPO(HO, 3a cYeT
OoJBIIOTrO 3ar1aca XxeJTka. MeramMmopdo3 IIpOrCXOIuUT B
THe3/Ie U 3aBeplIaeTcs IPUMEPHO uepes 55 mHeit mocie
OILIOJOTBOPEHUSI.

PazBuTue B MEHHBIX U CTYIEHUCTBIX THE3IAX BO-
0o0111e XapaKTepHO JISI HECKOJbKMX OOJIBIIMX Ce-

OHTOI'EHE3 TtomM 54 Ne2 2023
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MEMCTB y TPONUYECKUX U CYyOTPONUIECKUX JIATYIIIEK
Ha pa3HbIX KOHTMHeHTaX (Gomez-Mestre et al., 2012;
Pereira et al., 2017 u ap.). Takue rHe3ma SIBJISIOTCS
MPOSIBJICHUEM 3a00THI O MOTOMCTBE M CO3MIAIOTCS Ha
0a3e creluaabHbIX BbIICJICHUN OOHOM WM 00eux
POIUTEIILCKMX OCcOo0eil (B 3aBUCHMOCTA OT BHAA).
I'He3ma MoryT 3a1uinaTh OTI0XEHHYIO KIaAKY SIUI] OT
XUIIHUKOB, MMKPOOHBIX 3apaxkeHWii, BBICBIXaHUS,
COJTHEYHOTO O0IydeHUS 1 KOJIeOaAHUI TeMIIEpaTyphl.
Hanuuue nneHHOro rHe3ma He 00s13aTeIbHO KOPPEeIr-
pyeT ¢ OOJIBIIMM pa3MepOoM siilia, pa3BUTHUEM BHE BO-
IIbl 1 GOPMUPOBAHUEM IHIOTPODHOTO TrOJIOBACTUKA.

BosBpaiasice K aBCTpaJIMMCKOMY CEMEMCTBY
Myobatrachidae, Bkmouaromemy 136 BUIOB, 3ame-
TUM, YTO pa3BUTHE SHAOTPOMHBIX MATOTIOABUKHBIX
roJIOBACTUKOB B Ha3eMHBIX MEHHBIX WJIU CTYACHU-
CTBIX THe3aax (cxomHo ¢ P. sphagnicolus) xapakTepHO
st mpuMmepHo 10 BuagoB u3 ponoB Philoria, Crinia n
Geocrinia (Desnitskiy, 2010). YMecTHO BCIIOMHHMTBH
Takke 0 116 SHIEMUYHBIX 1T TPOITUYECKOIO OCTPOBA
Maparackap Bugax noxncemeiictBa Cophylinae (ce-
MeiictBo Microhylidae), xoTsa mx sMOpuoreHes He
U3y4eH. Y3KOpOThbIE JISITYIIKWA 3TOTO IMOoJAceMeicTBa
“MeroT 6oJiblire, 6oraTbie XEJATKOM siflia, U3 KOTO-
pPBIX B IEHHBIX THe3Aax (Ha 3eMJie, 1o/ 3eMJIeit v B
NyTiiax AepeBbeB) pa3BUBAIOTCA HAOTPODHbBIE Ma-
JIONOABMKHEIE TojoBacTUKU (Scherz et al., 2016;
AmphibiaWeb, 2022). B Haiy 3agady ceiiuac He BXO-
JIUT TIEpEYUCIISITh BCe ceMelicTBa 0eCXBOCThIX aMU-
Ouii ¢ KpynmHBIMU SIMLIAMU, KOTOPbIE Pa3BUBAIOTCS B
MEHHBIX WU CTYIEHUCTbIX THE3/1aX BHE BOABI. Tpyn-
HO Ha3BaTh TOYHOE YMCJIO TaKUX BUAOB JISITYLIEK U
ka0, OMHAKO OYEBUIHO, YTO UX HE MEHEe HEeCKOJIb-
KHUX COTEH.

Oco00ro BHMMAaHMS 3aCIyKMBAECT COCTOSIIEE W3
JIByX BUIIOB cemeiicTBO Ascaphidae. DTy oueHb NpUMU-
TUBHBIE ((PHJTOreHEeTUYECKU Oa3albHbIe) JIATYIIKI, XK1~
ByllIUE B 1ITatax Aligaxo, BammHrron, KamidopHus,
MomnTtana, Operon (CIHIA) u npoBuHuuu bpuraH-
ckas Komym6bus (Kanama), OTKJIagbIBalOT KPyITHBIE,
ooraTble XEJITKOM M HEMUTMEHTHUPOBAaHHBIC siilla
(maMeTp OKOJIO 4 MM) MOA KaMHSIMU WJIM CKajlaMU
Ha JIHE TOPHBIX peyeK C XOJOAHOI OBICTPO TeKylleit
Bomoil. DK30TpodHbIe IUIaBawIINe TOJOBACTUKU
MPUCTYTAIOT K MeTaMopd 03y He paHee, YeM TTocJIe Of-
HOTO roja JUYMHOYHOro pasButus (AmphibiaWeb,
2022). N3ydyenue paHHero saMmOpuoreHesa Ascaphus
truei TOKa3ajlo, 4TO OOpO3Abl TPEThEero JeJieHUe
JIpo0JIeHUs SIBISIIOTCS BEPTUKAILHBIMU, 2 CUHXPOH-
HOCTB IeJIeHUI 071aCTOMEPOB yTpaunMBaeTCsI Ha 8-KJie-
touHoit craguu (Brown, 1975, 1989). JlaHHbie II0
OCOOEHHOCTSIM TIaTTepHa APOOJICHUS V 3apOIbIIICi
0ecxBOCThIX aM(pUOUI U3 psina IPYTUX CEMEICTB, a
TakXe TMPEeTOKeHHYI0 HaMUu KJlaccudukaluoo Th-
1oB Apo0bJieHus B Kiacce Amphibia MoXXHO HaliTu B
npegbiaymux nyonukamusax (Desnitskiy, 2014; Jlec-
Huuxuii, 2019).

OHTOTEHE3 Ne 2
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JIT00OTBITHO COIMOCTABUTh HAHHBIC MO JOTACTPY-
JIIUMOHHOMY Pa3BUTHUIO U PETPOIYKTUBHBIM CTpaTe-
TUSIM Y TpeX BUAOB JISITYIIEK ¢ KPYIHBIMU SIIaMU,
BEPTUKAIBHOMN OpHUEHTALIME O0PO31 TPEThEeTo ApodITe-
HUS U OYEHb paHHEH yTpaTol CUHXPOHHOCTU KJIETOY-
HBIX neyeHuii. Kak ykazaHoO BEIIIE, pelpOOYKTUBHBIE
CTpaTeTMM 3TUX JIATYIIEK COBEPIICHHO pa3HbIE: dM-
OpuoHanbHOe pa3Butue y G. riobambae mpoTeKaeT B
CyMKe Ha CITMHe MaTepUHCKOl ocodu, y P. sphagni-
colus — B Ha3eMHOM TIEHHOM THe3ne, a y A. truei — B
Tekylieil Boae. OIHAKO 3TU PENMPONYKTUBHBIE CTpa-
TETMH OKa3bIBalOT BEChMa CXOMHOE BIIMSIHHUE HA MaT-
TepH paHHETo APOOJICHUS Y IPEICTaBUTENEH pa3HbIX
ceMeCcTB 6ecXBOCThIX aM(MUOMit U3 pa3HBIX yacTeit
cBeTa.

PAHHEE PA3BUTHE
HEKOTOPBIX “HEMOJEJIbHBIX”
XBOCTATbIX AMOUBUN

TpanuIIMOHHO OCHOBHBIMU MOJCIBHBIMU O0BEK-
TaMH1 3KCIIEpPUMEHTAJbHOI 3MOpPHOJIOTUY U3 YKCJIa
Caudata 6pUH ceBepoaMepuKaHCKue aMbuonu Ambys-
toma maculatum, A. mexicanum, eBponieiickue L. vulgaris,
P. waltl n ellle HECKOJIBKO IPYTMX BUOOB U3 CEMEMCTB
Ambystomatidae n Salamandridae (Rugh, 1962; Det-
tlaff, Vassetzky, 1991; Signoret, Collenot, 1991; Jlet-
nad, 2001). B oTHolieHUU TatTepHa ApOOJEHUST U
HaJM4usl CpeaHeOJIaCTyJIbHOIO Iiepexoma MX Jora-
CTPYJISILIUOHHBI OHTOTEHE3 CXOJIEH C TAKOBBIM Y MO-
JIeJIbHBIX BUIOB Anura. BoJbIIMHCTBO HEMOACIBHBIX
XBOCTAaThIX amMmpuonii oouraet B CeBepHOIT AMEpHKe,
reprneTogayHa KOTOpoii BOOOIIE OTJIMYAeTCs MaKCH-
MaJIbHbIM pa3HooOpaszuem Caudata (AmphibiaWeb,
2022). TaM XuBYT NpEACTAaBUTENM IEBITH U3 IECATU
CEeMEICTB, BXOMSIUMX B NAHHBIA OTpsin ambuouit
(mpu4eM IITh CEMEMCTB OOMTAIOT TOJBKO Ha 3TOM
KOHTHHEHTE).

B Hauane XX Beka ceBepoaMeprUKaHCKUE XBOCTa-
Thle aM(PUONM ¢ KPYHIHBIMU, OOraTbIMU XKEJITKOM
siinamu U3 cemeiictB Cryptobranchidae, Plethodon-
tidae  Proteidae HEeODTHOKpATHO CITY:KMJIN B KAYECTBE
OOBEKTOB BKCIEPUMEHTATBHO-3MOPHUOIOTMYECKUX
uccienoBanuii (Eycleshymer, 1904; Goodale, 1911;
Smith, 1922). OnHako 3aTeM MHTepeC OMOJIOTOB pa3-
BUTUS K 9TUM aM(UOUSIM yTrac, BEpOSITHO, BCIICICTBUE
JoctokeHnii mkonabl anca Illmemana (Spemann,
1938) m nOpyrux M3BECTHBIX aBTOPOB (HAIIpUMeED,
Briggs, 1972; Nieuwkoop, 1973; Toivonen et al., 1975),
paboraBmux ¢ 3aponbimamu Caudata M3 ceMeiicTB
Ambystomatidae n Salamandridae.

Haunewm c cemeiictBa Plethodontidae (Ge3nmerou-
HbIE€ cajlaMaHIphl), BKIoyaloliero 495 BUOAOB, YTO
cocraBisieT 6ojiee 60% oT 0611IeTO YKCiia BUIOB B OT-
psime XBocTaThIX ampuowmit. I7s aToro ceMeiicTBa xa-
pPaKTEepHO 3HAYUTEIbHOE SKOJOTMYECKOEe W OHTOTe-
HETUYeCKOoe pa3HooOpa3ue. boJbIIMHCTBO BUAOB Xa-
paKTepHu3yeTCs MPSIMBIM Pa3BUTUEM, TTPOTEKAIOIIIM
BHE BOJbI: HAIIPMMED, B pacIieTMHaX MEXIy KaMHSI-
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MU, TI0A KOpPOIi THUIOIIMX OpeBEH, B KpOHAaX Jepe-
BbeB U T.JI. OJJHAKO BCTPEYAIOTCS TaKKe M pa3IndHbIe
BapuaHThl 0M(a3HOro KM3HEHHOIO LIMKJIa C BOTHOM
JmanHKoit (Wake, Hanken, 1996; AmphibiaWeb, 2022).
JloracTpynssLlMOHHOE pa3BUTHE 3apOIbIIICi Oe3ie-
TOYHBIX cajlaMaHIp ObLIO UCCIIEIOBAHO B psizie padoT;
IuaMeTp siilia BapbMpPOBal Y M3YYEHHBIX BHUIOB OT
2.2 no 6.9 mm (Hilton, 1904; Goodale, 1911; Hum-
phrey, 1928; Collazo, Marks, 1994; Marks, Collazo,
1998; Collazo, Keller, 2010 u ap.). Hecmotps Ha pa3-
JIMUUS PENPONYKTUBHBIX CTpAaTEeTUii, CHHXPOHHOCTh
JIeJICHUI KJIETOK Y paHHUX 3apOoAbIIIcii BCeX BUOOB
yTpayuBajach yXKe Ha 8-KJIEeTOYHOM cTtamuu (0030p:
Desnitskiy, 2011). ¥ 6oabIIMHCTBa BUIOB ceMelicTBa
Plethodontidae 60po3abI TpeThEro AejieHUs Apobie-
HUS IIPOXOIST B HAIIPABJICHUM OT aHMMAaJIbHOTO I10-
JIoca siila K BereTaTUBHOMY ITOJIIOCY.

IlpencraButemu  cemeilictB  Cryptobranchidae
(5 BunoB) u Proteidae (8 BU10B) OTKJIaIbIBAIOT B BOAY
HEMUTMEHTUPOBAaHHbIE U Oorarbie XEJITKOM siila
nmnametpom 5—7 mm. Y Cryptobranchidae moracrtpy-
JISILIMOHHBIM OHTOTeHEe3 U3y4YeH Ha IpuMepe aMepu-
KaHCKOro ckpbitToxxabepHuka Cryptobranchus allega-
niensis (Smith, 1906, 1922, 1926), a Tak:Xe a3UaTCKHUX
Andrias davidianus (Luo et al., 2007) u Andrias japon-
icus (Megalobatrachus maximus) (de Bussy, 1905).
OnucaHusi paHHero APOOJIEHUS y 3apObIIIEH 3TUX
>KMBOTHBIX XOPOIIIO COBMAAAlOT C COOTBETCTBYIOIIN-
MU TaHHBIMU, NoJlydeHHbIMUY Ha Plethodontidae (11e-
pUMOJl CUHXPOHHBIX JIEeJIEHUI KOpOTKUii, a nudde-
PEHIIMPOBKA HAa aHMMaJbHbIE U BereTaTuBHbIC OJia-
CTOMEDPBI TMPOUCXOAUT TOJbKO IOC/IEe YEeTBEPTOro
neneHus npooiieHust). Y Proteidae HadyambHBIC 3TAIThI
pa3BUTHS U3YyYEHBI TOJIBKO Y aMePUKAHCKOTO TTpoTest
Necturus maculosus (Eycleshymer, 1904; Eycleshym-
er, Wilson, 1910; Nelsen, 1953). ITaTtTrepH apobieHust
B OCHOBHOM CXOJIeH ¢ TakoBbIM Y Cryptobranchidae u
Plethodontidae, ogHako oTimyaeTcst 6OJIbIIEi Bapu-
a0eTbHOCTBIO MMPOXOXKIECHUS O0pO3d paHHETO APO6-
JIeHUS (Daxke y 3apOobIiIeil u3 OMHOM 1 TOM Xe Kia-
Kk1). Tak, 00po3abI NEePBBIX ABYX ASJICHUMN APOOICHUS
y Necturus iHOTAa MOTYT ObITh HE MEPUIUOHATbHbBI-
MU, a BEPTUKAILHBIMU; OOPO3bI TPEThEro Apo0dJIe-
Hus BeptukaiabHbie (Nelsen, 1953).

INepeiinemM K pacCMOTPEHUIO a3UaTCKOTO ceMeii-
crBa Hynobiidae (88 BumoB). Y 60JIbIIMHCTBA IIpe-
CTaBUTEJIEN 3TOTO CEMENCTBA TUAMETP OTKJIaJbIBac-
MOTO B BOJly MUTMEHTHUPOBAHHOTO SIilla COCTaBJISIET
1.5—3.2 mMm. Bopo3snbl TpeThero apoOaeHUS IIUPOT-
HbI€, CMHXPOHHOCTD JIeJIeHUII aHUMaJIbHBIX 0J1acTO-
MEpOB yTpaymBaeTcsd Ha 16-KJIETOYHOI cTamuu y
Hynobius nebulosus (Kunitomo, 1910) u Salamandrel-
la keyserlingii (CoiTuHa u np., 1987). OnmHaxko mist
000MX 3TUX BUIIOB XapaKTEepHBI pa3Inuusi B pa3Mepax
6oJiee MEJTKUX aHUMAaJIBHBIX U 6oJiee KPYITHBIX BeTe-
TaTUBHBIX 0JaCTOMEPOB TAaKOTO K€ MOpsaKa, KakK y
y3Ke YIIOMSTHYTBIX 3apOMIBIIIIeit aKCOJIOTISI U TPUTOHOB.
B 11e10M, TI0-BUAMMOMY, Y IPOGICHUS 3TUX ITPEICTa-
puteneit cemeiictBa Hynobiidae mmeercss OGonbliie

CXOZICTBA CO CTAaHIAPTHBIM IpobieHneM Ambystoma-
tidae u Salamandridae, yem ¢ HecTaHAAPTHBIM APOO-
nenueM Plethodontidae, Proteidae u Cryptobranchi-
dae. Ocoboro BHUMaHUS 3aciayxuBaeT Onychodacty-
lus japonicus (Iwasawa, Kera, 1980). ¥ sToro Buma
SIMLIEKIETKU KPYIHbIE W HENUTMEHTUPOBaHHBIE,
JIMaMETPOM OKOJIO 5 MM, 60PO3IIbI TPETHETO APOOIICHHST
BEPTUKAJIbHBIC (B OTIMYME OT BBILIEYTTOMSIHYTHIX TTpe/I-
craBuresieil cemeiictBa Hynobiidae) 1 npoirecc npo6-
JIEHUSI BeCbMa CXOJIEH C TaKOBBIM Y 3apojbliiieii 6e3-
JIETOYHBIX cajaMaHIp, aMEepPUKAHCKOIO IIpoTes W
CKpbITOXXabepHUKa. B nuTepaType HeT HaHHBIX 00
OCOOEHHOCTSX AOTAacCTPYJISIIMOHHOTO OHTOTeHe3a Y
YeThIpeXx HEOOJIBIINX CEMEMCTB XBOCTAThIX aM(puOuii
(Amphiumidae, Dicamptodontidae, Rhyacotritoni-
dae u Sirenidae), xxuBymnx B CeBepHOIt AMEpUKE U
o0BeaMHAIONX 16 BUIOB.

Haxkonen, BepHeMcs K ceMmeiicTBaM Ambystomati-
dae (32 Buga) u Salamandridae (130 BugoB), K KOTO-
pBIM IIPUHAMIEKAT HECKOJIBKO XOPOIIO M3YYSHHBIX
MOJIEJIbHBIX BUOAOB CO CPEOHEOIACTYJIBHBIM IIE€PEX0-
JnoM. OTMeTHM, 9YTO 00a 3T ceMeicTBa MPEACTABIISIIOT
JUiIb 4yTh 6oJiee 20% OT OOIIEro Yncia BUIOB XBO-
craThix aMpuouii. OmMHAKO €CTh OCHOBAHMS IPEOIIO-
Jlarathb, 4To B ceMeiicTBe Salamandridae mmeroTcs BU-
JIbl C OTKJIOHEHMSIMU OT CTAaHAAPTHOIO NPOTEKAHUS
JIOracTPyJISIHUOHHTO OHTOreHe3a. 3HAYNTEIbHOE Y1C-
JIO €BpOIIEHCKMX 1 a3MaTCKMX BUOIOB ceMmelicTBa Sala-
mandridae — Calotriton asper, Echinotriton andersoni,
Euproctus montanus, Mertensiella caucasica, Pachytri-
ton brevipes, Pachytriton labiatus, Salamandra sala-
mandra U Ipyrue — xapakTepusyeTcsl KPyIHbIMUA U
oorarbeiMu skenTkoMm siiamMu (Noble, 1927; Gasser,
1964; Tarkhnishvili, Serbinova, 1997; Buckley et al.,
2007; AmphibiaWeb, 2022). Camble HayaJIbHbIE 3Ta-
bl pa3BUTHUS Ipoucxomdat y FEchinotriton Ha 3emiie
MO/ OIABIIMMM JIMCThIMU HEIaJIeKO OT BOJOEeMa, y
Salamandra B gitieBogax MaTepUHCKOM ocobu, a y
OCTaJIbHBIX YIOMSHYTBIX BUIOB B TEKYyIeil Boe.
JlaHHBIC TIO TIATTEPHY IPOOJCHUS Y KMBOPOIIIIC
S. salamandra (Gronroos, 1895) Oosbllle CXOIHBI C
JTaHHBIMM, ITOJIyYeHHBIMUA Ha BUIAX K3 CEMEMCTB
Cryptobranchidae, Plethodontidae 1 Proteidae, uem ¢
TaKOBBIMU Y OOBIKHOBEHHOTO, aJIbIIMICKOTO, UCITaH-
CKOTO WJIY SITOHCKOTO TPUTOHA.

O PAHHEM OHTOI'EHE3E
B OTPAAE BESHOI'MX AM®UBUN

INpencraButenu orpsima Gymnophiona oOUTaOT B
tpornukax KOxHoit u IlenTpanbHoit AMepuku, Ad-
puku, ¥OxHoii u FOro-BoctouHoit A3uu. ¥ BUIOB C
BOJHOI JTMYMHKOM M BUAOB C MPSIMbIM Pa3BUTHUEM
Siilia KpyIHbBIe U Goratbie XeJITKOM (IuaMeTp COOT-
BETCTBeHHO 10 8—10 MM 1 3—6 MM); B KJ1agKe He 00-
Jiee HeCKOJIbKUX necsaTKoB sul (Exbrayat, 2006; Go-
mez et al., 2012). ¥V xuBopoasiux BUAOB IUAMETP
gita 1—2 MM 1 caMKa OOBIYHO BBIHAIIMBACT JIUIIb
HeckoabKo 3apopsbieii (Wake, 2015). IlepBbie aM-
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OpHoIoTMYECKNE NCCASTOBaHNS Oe3HOTUX aM(pronit
ObLIU BBINMOJIHEHHBI B KOHIIEe XIX Beka (Sarasin, Sara-
sin, 1887; Brauer, 1899). OnHako gaHHEIE IO paHHE-
My 3MOpHOTreHe3y HOCUIIN IIpeaBapUTEIbHBIN XapaK-
Tep, IMO-BUANMOMY, BCIECACTBUE TPYAHOCTEM B TTOJTY-
yeHUu Martepuana. Ilpo6GiemMa ToJlydeHUs] JaHHBIX
[0 aHAJU3y PAaHHUX CTaguii SMOpPUOreHe3a TMMHO-
¢MoOH ocTaBajach BechMa aKTyallbHOI U Ha TPOTSI-
KEHUU BCEro ITOCJIEAYIOLIETO CTOJIETHSI, TOCKOIBKY
onyonIMKoBaHHbBIE 3a mociaenHue 30 et Tpu TabaUIIbI
pa3BUTHUS HE BKJIOYAIOT CTaAuU APOOJIEHUS U Ta-
crpyssiimu (Sammouri et al., 1990; Diinker et al.,
2000; Pérez et al., 2009). Takxum o6pa3omMm, cpeau 6e3-
Horux am¢puOuii Ha ceromHsI HET HM OJTHOI'O XOPOIIIO
U3Y4EHHOTO MOJEILHOIO BUA.

EnvHcTBeHHOI paboToii, B KOTOPOI JOCTATOYHO
oApOoOHO aHATM3UPOBAIU APOOICHUE STi11a THUMHO-
duoH, apasercsa cratbsd CBeHccoHa (Svensson, 1938)
Ha a3MaTCKOM BUJE C JIMYMHOYHEBIM pa3BuTueM Ichthy-
ophis glutinosus (cemeiictBo Ichthyophiidae, Bkitouaro-
miee 57 BunoB). ApoOieHue y 3Toro Buaa rojoodsa-
CTMYECKOE C OYEeHb MaJIeHbKUMM aHUMaJIbHBIMU
b61acToMepaMu. B 1ieJioM 0OHO HalTOMMHAET IpoOJie-
HUE TeX MpPEeaCTaBUTENE OECXBOCTBHIX M XBOCTATHIX
amM@uOMii, KOTOpPEIE UMEIOT KPYIHEIE Siilla ¢ 00JIb-
MM coaepzkaHueM xentka. [ToaTtomy TpyaHo corna-
CUTBHCSI C OCHOBAaHHBIM Ha paborax KoHua XIX B.
MmHenueM O.M. Usanosoii-Kazac (1995, c. 230) o
Mepo0IacTUYeCKOM XapakrTepe apoOieHus y Gym-
nophiona. Bce usydeHHbIe 10 CUX IOP MPEeACTaBUTE-
Ju kiacca Amphibia uMeloT rono6iacTUyecKoe
npooaenue (Elinson, del Pino, 2012; del Pino, 2018).

TITOITBITKA
OUIIOTEHETUYECKOI'O AHAJIM3A
JOTACTPYJIALIMOHHOI'O PASBUTHUA

OmnuchiBaeMEBIil B ydeOHMKaAxX (HampuMmep, Signo-
ret, Collenot, 1991; Barresi, Gilbert, 2020) maTrepH
JIOTacCTPYJISILIMOHHOTO OHTOI€HE3a XapaKTepeH MaJIeKO
He 1151 Bcex amguoduii. [To-BunmmMomy, He MHOTUM 00-
nee 50—60% BumoB oTpsiza Anura UMEIOT TaKOM Ke
(cTaHmapTHBIN) MAaTTEpH PaHHETO pa3BUTHUS, KaK, Ha-
npumep, R. temporaria vim X. laevis u He 6osee 20% Bu-
noB otpsina Caudata — Takoii xke, Kak A. mexicanum nian
P. waltl. B orpsine Gymnophiona BUI0OB CO CTaHIAPT-
HBIM ITaTTePHOM ApOoOIecHUS (XapaKTEPHBIM JJISI MO-
nenbHbIX BUmoB Anura u Caudata) 1 mocienyonmum
CpemHeO0NacTyIbHBIM IIEPEXOAO0M, I10-BUIAMMOMY,
BOOOIIIE HET.

Bonblioii pa3mep siiilia OUeHb YacToO CBsI3aH C Te-
pPEeXoI0M K aCHHXPOHHBIM IEeJIEHUSIM y3Ke Ha paHHUX
aTarax apooneHus 3apopbima (Desnitskiy, 2018;
Hecnuuxwuii, 2019). DTo MOryT OBITh KaK (pUIOreHe-
TUYECKM Oa3ajibHble BUOBI (XBOcCTaThle amMpuoOnu
A. davidianus, A. japonicus, C. alleganiensis, nsaryiika
A. truei), TaK U 3BOJIOLIMOHHO TIPOJBUHYTHIC BUIbI
(6esnmerouHast canamannpa Ensatina eschscholtzii, nsi-
rymiku G. riobambae, P. sphagnicolus, Rhacophorus ar-
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boreus). Taxkoii xxe xom 1poOIeHNS XapaKTepeH U IS
IBosIKOAbIIAIIUX pbIO Lepidosiren paradoxa n Neo-
ceratodus forsteri (Kemp, 1982; Kershaw et al., 2009;
Desnitskiy, 2015), koTopble SIBISIOTCS OMMKaAIITIMU
SKMBBIMU POACTBEHHUKAMM Ha3eMHBIX TO3BOHOYHBIX
(Brinkmann et al., 2004; Liang et al., 2013).

bruto BreIckazaHo mnpennoioxeHue (Desnitskiy,
2014), 9To TTaTTEpH AOTacTPY/ISILIMOHHOTO OHTOTeHE-
3a C yTpaToOil CUHXPOHHOCTH JIEJICHUI yXXe Ha 8-KJie-
TOYHOI CTaguy U OTCYTCTBUEM AUddepeHIUPOBKU
Ha aHUMaJIbHBIE ¥ BEeT€TaBTUBHBIEC 0JIACTOMEPHI B XO-
JIe TPEeTbero IpOOJIeHUS SIBIISIETCS aHIECTPaIbHBIM
st k1acca Amphibia, XoTsT MHOTHE 3BOJIIOLMOHHO
MIPOABUHYTHIC BUABI OECXBOCTBIX M XBOCTATBIX 3€M-
HOBOIHBIX TOXXE UMEIOT 3TOT XK€ MaTTepH Pa3BUTHSL.
CraHmapTHBIII NaTTepH paHHEro OHTOreHesa (00-
mupHasa cepust 10—12 OBICTPBIX CUHXPOHHBIX JeJIe-
HUii GJacTOMEPOB, BKJIIOYasl IIMPOTHBIE OOPO3MbI
TPETHETro NPOOJICHMS ), XapaKTEPHBII A1 MOIEITbHBIX
BUNOB A. mexicanum n X. laevis, BEpOSITHO, SIBISICTCS
SBOJIIOLIMOHHO NPOJIBUHYTHIM U BO3HUK HE3aBUCHUMO
B orpsimax Anura u Caudata. Ha Haim B311si, B IOJIb-
3y KOHBEPIeHTHOTO BO3HMKHOBEHUS CpeaHeOa-
CTYJBHOTO ITepexo/ia TOBOPUT (haKT HEKOTOPHIX pa3-
JIMYU B OTHOIICHUY ATO(DU3NOJIOTUH CTaaUM O1a-
CTYJBl Y OTUX OBYX BHAOB. Y aKCOJOTJSI pa3BUTHE
OJIOKMpYETCS Ha CpemHeOIacTyIbHOM Tepexoae Mol
BO3ACUCTBUEM WHTUOUTOpPA TPAHCKPUILIUM (L-aMa-
HutuHa (Signoret, 1980; Lefresne et al., 1998). Ha-
IIPOTUB, Y IIMOPLIEBOM JISTYIIKU IIPOLECC JeCUHXPO-
HU3aLUM KJIETOK He YyBCTBUTEJIICH K (l-aMaHUTHHY
(Newport, Kirschner, 1982). Hakone1, cpa3y 1mocie
cpenHe01acTyJIbHOTO IIepexona KJIETKM 3apojbllia
X. laevis mpnoOpeTaloT MHAUBUAYATBHYIO ITOABUIK-
HOCTb, TOIlIa KaK y 3apOoAblia A. mexicanum 3TOTo He
Haomonanu (Andéol, 1994; Lefresne et al., 1998).

IMpencraBnsiyio MHTEpeC BHIOIHUTh CPABHUTEIb-
HO-(WIOTeHETUYECKMIA aHA/IN3 IIPoliecca JOracTpyJIsi-
IIMOHHOTO pa3BUTUS aMpUOUii ¢ LETBIO TIPOBEPUTh U
YTOYHUTh HAIllM MHTYWTUBHBLIE TIpenrioioxenus. Mc-
cJleOBaHKE TaKOTO TUIIA HEe MMEET aHAJIOIOB B MUPO-
BoIi InTepaTtype. OqHaKo HaM MPUIILIOCH OTPaHUYMNTh-
cs Tonbko oTpsinoM Caudata, TTOCKOJbKY CUTyalMsl B
cucTeMaTuke 1 puioreHny Anura MeHee cCTaOuJIbHA,
YyeM CUTYallMs B CUCTEMAaTuKe U (bMIOreHUM XBOCTa-
ThiX aMpuouit. IlpencrasneHus o Kiiaccudukauy u
SBOJIIOLIMK O€CXBOCTBIX aM(UOUil TTOCTOSIHHO yTOY-
HSIIOTCS WJIM AaXke MepecMaTpuBaioTcsa (Harmpumep,
Streicher et al., 2018). Kpome Toro, 4ncjio coBpeMeH-
HBIX BUJOB Anura IIOYTH B IECSATh pa3 IIPEBHIIIACT
4ucio coBpeMeHHbIX BumoB Caudata (AmphibiaWeb,
2022). JlaHHBIe TI0 OCOOCHHOCTSIM MaTTepHa ApOoOJe-
HUSI U3BECTHBI MPUMEpHO 1JisI 4.65% BUIOB XBOCTATHIX
amdmonii. g 6ecxBocThIX aM(PUONiT COOTBETCTBYIO-
mass nHGopMalus UMEeTCsl B IUTepaType MeHee YeM
st 1% BUIoOB.

g mpoBeIeHHOTO HAMU CPaBHUTEBHOTO U (pr-
JIOTEHETUYECKOTO aHa/ln3a Ipolecca ApOoOJeHUs y
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OO1MpHBII

Plethodon cinereus
Desmognathus fuscus
Desmognathus aeneus
Ensantina eschscholtzii

Kopotkmii

Eurycea bislineata
4_= Gyrinophilus porphyriticus
Hemidactylium scutatum
Necturus maculosus

— Ambystoma maculatum

L Ambystoma mexicanum
Cynops orientalis

Cynops pyrrh

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

Echinotriton chinhaiensis
Pleurodeles waltl

Sal. A, ) 7,

.y

Mer caucasica

Sal drella keyserlingii
_I_|_ Hynobius nigrescens

Onychodactylus japonicus

E Andrias japonicus
Andrias davidianus

l— Cryptobranchus alleganiensis

Puc. 2. OcobeHHocT Opo0OJieHMs 3apoabliieii y pa3Hbix BumoB Caudata, moMelieHHbIe Ha (DUIIOTEHETUIECKOE IEPEBO 3TOTO
otpsiaa (ro: Desnitskiy, Litvinchuk, 2015, ¢ ynpouieHusimu). Pazmep neprona CMUHXpOHHBIX JeI€HU APOOIeHUS: OOLUIUPHBIN

(mo 10—12 neneHuit) Uiu KOpoTKuii (1o 3—4 nejeHuin).

3apopsiiieii oTpsiga Caudata (Desnitskiy, Litvinchuk,
2015) Obu BaXHBI 1) HaM4ue WIA OTCYTCTBHE O0-
IIIMPHOI CepUU OBICTPHIX CUHXPOHHBIX IEJICHUIT IPO0-
JieHust (1o 10— 12 KJIETOYHBIX IMKJIOB) B aHUMaJIbHOM
NOJIyIIapyuy paHHEro 3apodblllia WU 2) OpUEHTAIIMS
0OpO3IBI TPETHETO NEJICHUS APOOJICHUS: IINPOTHAs,
BepTUKAIbHAsI WIN BapbUpylolas. ¥ BUIOB C Bapbu-
poBaHUEM OOPO3/ TPETHETO IPOOJICHUS OHU B IIpec-
JlaxX OMHOM M TOM XK€ KJAIKW Y OOHMX 3apOAblIIeci
IIMPOTHBIE, a y APYTUX BEpTUKAJIbHEIE. bbuiu cobpa-
HBI OIyOJIMKOBAaHHbIE B 3MOPHUOJIOTMYECKON U Tep-
METOJIOTUYECKOM JIMTepaType MaHHBbIE IO 3apOIbl-
1mam 36 BUIOB U3 11ecTU ceMeiicTB: Ambystomatidae,
Cryptobranchidae, Hynobiidae, Proteidae, Pletho-
dontidae m Salamandridae. Kaxnuerii mpusHak OB
MoMellleH Ha (UIOTeHEeTUYECKOe IepeBO OTpsiaa
Caudata, IocTpoeHHOE IIO0 pe3yjbTaTaM 3BOJIIOL-
OHHBIX HCCIemOoBaHMII nmocienHux JieT (San Mauro,
2010; Pyron, Wiens, 2011; Vieites et al., 2011; Zheng
et al., 2012; Shen et al., 2013 u np.) (puc. 2 u 3). Kpo-
M€ TOTO, B HallleM aHalu3e ObLIM HCIIOJIb30BaHbBI
JlaHHBIE TI0 pa3Mepy siilla, KOTOpble U3BECTHHI IJIs
IIpeACTaBUTENICH BCEX NECITU CEMEMCTB OTpSIa XBO-
CTaThIX aMm(pUONii, M TIPM3HAK “pa3Mep sTii1a” ObIJT TOKE
TMOMeIleH Ha (UIOreHeTUYeCKoe aepeBo (puc. 4).
Haiire vccnenoBaHue nokasajno, 4To 1OTacTpyJisi-
LIOHHOE Pa3BUTHE OOJIBIINX, OOTATHIX KEITKOM SIHIL
C KOPOTKOI CEpUe CUHXPOHHBIX AEeJIEHU U BEPTU-
KaJIbHBIMU O0OpPO3JaMU TPETbEro APOOJEHUS — 3TO
aHIIECTPAIbHBIA HA0OpP OHTOTEHETHMYECKUX ITpU3HA-
KoB 11t otpsiga Caudata. HarmpotwB, mpoTHBIE 60-

pO3IbI TpeThbero ApoodseHus U neprol 10—12 ObIcTphIx
CUHXPOHHBIX JIeJIeHUI, 32 KOTOPBIM CJEAYEeT Cpel-
HeOJIaCTYJIbHBII TEePeXo, SIBJISIFOTCS 3BOTIOIMOHHO
MPOABUHYTHIMM Tpu3HaKamu. POuiaoreHeTUYECKUil
aHaJIN3 JOracTPYyJISIHUOHHOIO OHTOIEHE3a y 3apOIbl-
meit xBocrareix am¢ubouii (Desnitskiy, Litvinchuk,
2015) moaHOCTHIO MOATBEPAUI UACIO 00 SBOTIOLIMOH-
HBIX B3aMMOOTHOIIIEHUSIX TUIIOB APOOJICHUS, BICKA-
3aHHyI0 paHee (decHuikuii, 2014).

AHanu3 pasmepa SIMLEKIETOK IToKasal, 4To Ofl-
HUM 13 BaXXKHBIX aHIIECTPaIbHBIX TIPU3HAKOB OTPsIIa
Caudata sBisteTcst OombmIoin pasMep siia. Kpome
TOTO, JJIST XBOCTAaThIX aM(UOUii XapakTepeH 3BOJIIO-
ILIMOHHBIM Mepexo OT KPYIMHOTO pa3Mepa siiflia K Ma-
JIEHBKOMY, a 3aTeM HeOTHOKpaTHbIe 0OpaTHBIE TIepe-
XOJBI OT MaJIOTO pa3mMepa siia K 60JbIIIOMY pa3Mepy
B ceMeiictBe Salamandridae, Hanpumep y C. asper u
S. salamandra (Desnitskiy, Litvinchuk, 2015). Otme-
THUM, UTO YMEHbIIEHUE pa3Mepa iilia B CEMeCcTBaxX
Ambystomatidae 1 Salamandridae 6bL10 conpsIKeHO
¢ nmpnodbpereHneM ceprn 10—12 OBICTPBIX CUHXPOH-
HBIX OEJIEHUI, COIPOBOXIAeMON cpemHeOIacTyIIb-
HBIM MiepexonioM (A. mexicanum, L. vulgaris, P. waltl n
HECKOJIBKO IPYTUX BUIOB).

SAKIIOYUTEINBHBIE SAMEYAHW A
M INEPCITEKTUBDI

CoracHO MOJIEKYJISIPHO-(DUIOTeHETUIECKUM JTaH-
HBIM (San Mauro, 2010), oTpsiIBI XBOCTaThIX 1 OECXBO-
CThIX aM(pUOUii TMBEPrupoBaind okojao 290 MuUIMo-
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IIIupoTtHbIe

{ Desmognathus fuscus
I
Ensantina eschscholtzii

Bapbupyrommue

_{ Eurycea bislineata
Hemidactylium scutaturn

BepTukanbHbie

]

Necturus maculosu.
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 hall

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

Onychodactylus japonicus

I_E Andrias japonicus
Andrias davidianus

_ Cryptobranchus alleganiensis

Puc. 3. OcoberHHocT Opo0OJieHMs 3apoabliieii y pa3Hbix BumoB Caudata, moMelieHHBIe Ha (DUIIOTEHETUIECKOE IEPEBO 3TOTO
otpsiaa (ro: Desnitskiy, Litvinchuk, 2015, ¢ ynpouienusimu). OpueHTtauust 60po3z TpeThero AeJIeHust APOOIeHUs: IIUPOTHbIE,

BapbUPYIOLIME UIW BEPTUKAIbHBIE.

HOB JIET TOMY Ha3aj (B HavaJie IIEpMCKOTIO IIepruoaa).
Hamwm mccnenoBaHus IIpearionaraloT, YTO IaTTEpH
IpoOJIeHMsI, XapaKTepPHBIN IS paHHUX 3apOAbIIICi
MoJeJIbHbIX BUIOB A. mexicanum (Caudata) u X. laevis
(Anura), peacTaBiIsgeT rOMOIUIa31I0. DTOT MaTTEPH
JIPOOJICHUsI CONPSIKEH ¢ HAJIMYKMEM B KJlaJKax MHO-
TOYMCJIEHHBIX MaJIEHbKMX SIMII, a TaKXKe C IIpOTeKa-
HHEM 3MOPHUOHAJIBHOTO U JIMYMHOYHOIO Pa3BUTUS B
CTOSTYMX Bogoemax (TIe BO3MOXHOCTH IIJIST 9K30TeH-
HOT'O MUTAaHUS JIMYMHOK Topa3ao JIydllle, YEM B TEKY-
1ieii Bomae). B ¢BsI31M co cka3zaHHBIM, JIOTUYHBIM SIBJISI-
€TCsI IIPENOIOKEeHNE, YTO CPEeOIHEOIaCTyILHBIN T1e-
pexon, KOTOPHIi clIeayeT 3a NepuoJOM CUHXPOHHBIX
JeJICHU Siilla y 3HaYMTeIbHOTO Y1 CJIa MOIEIbHBIX 1
HeMoIebHbIX BuIoB Anura u Caudata, BO3HMK KOH-
BEpPIreHTHO B IBYX OTpsaax Kjiacca Amphibia kak aM-
OpuvoHaJIbHAas aJanTals K OONTaHWIO ¥ Pa3BUTHIO B
CTOsIYel BOLE.

s nanbHei1ero cpaBHUTEIBHOTO aHaju3a J1o-
racTpyJISILIMOHHOTO Pa3BUTHS MPEACTABISIIOT OMpese-
JIHHbII1 MHTEpEeC HEKOTOPblE HEMOJIEbHbIE BUIbI OT-
psima 6ecxBocThIX ampuouii. Hampumep, KpyrmHoe u
6oraroe XKeJTKOM S0, BepTUKAJIbHBIE O0PO3IbI TPe-
ThEro APOOJIEHUSI Y OTCYTCTBUE CPEAHEOIACTYIBHOTO
nepexonia XapakTepHbl He TOJIbKO IJis1 (pUJIOTeHETH -
yecku OaszaibHOM Jarymiku A. fruei (Archaeobatra-
chia), HO Takke M IS TIPEACTaBUTEIICH pPa3IUIHBIX
CEMEMCTB 3BOJIIOIIMOHHO MPOABUHYTHIX JATYIIEK
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(Neobatrachia) — E. coqui, G. riobambae n P. spagni-
colus. Bcerna v B HECKOJIBKUX (PUITOTEHETUYECEKUX
JuHusgx Neobatrachia coxpaHsisicss KpynHbIiA pa3mep
Siflia WK Noce0BaTeIbHO MPOUCXOAWIIN yTpaTa 1
TMMOBTOPHOE MPUOOPETEHUE YIIOMSIHYTOTO IMpU3HaKa (1
JIPYTUX COITyTCTBYIOIIMX OocoOeHHOocTel)? B HacTosi-
111ee BpeMsl OTHO3HAYHOT'O OTBETA HA ATO BOIMPOC HET.

Haxone1r, y HEKOTOPBIX HEMOIEIbHBIX BUIOB
Anura 1riepexoj OT MATEPUHCKOTO KOHTPOJISI OHTOTe-
He3a K 3UTOTUYECKOMY ITPOMCXOIMT HE Ha CTaauM
CpenHeit 6J1acTysIbl, HO Ha JPYTUX STalax pasBUTHUA:
Ha CTaJIMM paHHEro ApOOJeHUS Y CyMUaToOM JISITYIIKU
G. riobambae n B Hauvajne racTpyiasauun y E. coqui,
WMeEIOIIIeH TTpsIMOe pa3BUTHE. B CBSI3U C 9TMIM BO3HUKA-
€T psii BornpocoB. Korma mpoucxoaut cMeHa KOHTPOJIS
HaJl pa3BUTHEM Y IPYTUX TPYIIT JIATYIIEK C TPSIMBIM
pasBuTueM: u3 ABctpanuu, Azun, Appuku i Oke-
aHUM (TTOCKOJIBKY OHO Y HUX BO3HUKAJIO HE3aBUCUMO
OT MPSIMOTO Pa3BUTHS HeOoTpoImmyecknux Terrarana)?
Korma mpoucxoaut cMeHa KOHTPOJISI Haja paHHUM
paszBuTHeM y 6e3nerouHbix cagamanap (Plethodonti-
dae) ¢ mpsSAMBIM pa3BUTUEM M ¢ OM(a3HBIM XU3HEH-
HBIM LIUKJIOM?

3aBepiiast 0030p, 3aMETUM, YTO KaK B cJlydae oTpsiia
Anura, Tak 1 B ciydae otpsiga Caudata, HECOMHEHHO,
CYILIECTBYET JOCTATOUHO TMOKAasl CBSA3b MEXIY PENpo-
JIYKTUBHOI CcTpaTermeit 1 0COOEHHOCTSIMU JOracTpy-
JISILIMOHHOTO pa3BUTUsI. OHTOTeHETUYECKOe Pa3HOO0-
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Desmognathus fuscus
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Cynops orientalis

Cynops pyrrh
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E Andrias japonicus
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I_ Cryptobranchus alleganiensis

Puc. 4. Pa3mep siinia y pasubix BunoB Caudata, moMenieHHbIN Ha (huioreHeTHIecKoe IepeBo 3Toro otpsaa (1ro: Desnitskiy, Lit-

vinchuk, 2015, ¢ ynpoleHusIM1).

pasve aMpUOHUIi SIBISETCS OTPpakeHUEM MX SKOJIOTH-
YeCKOro pa3HoOOpasusi, M pasHble PEIPOXYKTUBHEBIC
CTpaTeruv MOTYT, TTO-BUIMMOMY, OKa3bIBaThb BeCbMa
CXOIMHOE (XOTS He 00s13aTeJIbHO MACHTUYIHOE) BIUSTHIE
Ha TTaTTepH ApooeHus. 1 nanpHeieit pa3apaboTKu
9TOIl KOHLEMIMU (M BBISICHEHMSI TIPUYMHHO-CIIC-
CTBEHHBIX CBSI3ei MEXIY 9KOJOTMUYECKUMH U OHTOTe-
HETHMYECKNMU ITPpU3HAKaMH1 ) ObITO OB BASKHO TTPUBJIEYh
JTOTIOTHUTEIBHYIO MHMOPMALIMIO TI0 HAYaJIbHBIM 3Ta-
MaM pa3BUTHS y 3HAYUTEITHHOTO YMCIa HEMOICTBHBIX
BUIOB aM(puOMii, KOTOpBIE, OTHAKO, TOKAa ITOYTH He
MPYBJIEKAIOT BHUMaHUE SMOPUOJIOTOB.

BJIATOOJAPHOCTHA

CraTbsl TOCBSIIIEHA CTOJETUIO CO3MaHusl Mpodecco-
powm I1.T1. UBaHOBBIM KaOKMHETA SMOPUOJIOTUU — MTpeaLIe-
cTBeHHMKa Kadenpsl aMOpuosornu CaHkr-IleTtepOypr-
CKOTO rOCy1apCTBEHHOTO YHUBEPCHUTETA.

COBJIIOAEHUE 5TUYECKHUX CTAHOAPTOB

an/I MOJATrOTOBKE 3TOM CTAaTbU JIOAW U XXUBOTHBIE HE
OBLIM MCIIOJIb30BAaHEL B KAYECTBE OOBEKTOB.

KOH®JIUKT MHTEPECOB

ABTOD 3asIBJISIET, YTO KAKOK-TMO0 KOHMINKT MHTEPE-
COB OTCYTCTBYET.
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Pregastrular Development of Amphibians: Ontogenetic Diversity and Eco-Devo
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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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Pr16BI KOMIUIEKCA Barbus (=Labeobarbus) intermedius (Actinopterigii, Cyprinidae), B pyCCKOS3bIUHOM JIN -
TepaType U3BeCTHbBIE KaK KPYITHbIe apUKaHCKKE ycauu, IIIMPOKO PaCIpoCcTpaHeHbl B BogoeMax AGpUKH.
XapakTepHOit 0COOEHHOCTBHIO MOP(MOJIOTUYECKOTO Pa3HOOOpa3usl 3TOI IPYITIBI PbIO SABJISIETCS CUMITATPU -
YeCcKOe COCYIIECTBOBaHNE MOPGO-3KOJI0rniyeckux ¢GopM B JIOKAJIbHBIX IOMyJsiusax. Haubonee nzsect-
HBI TPUMEpP TaKOTO COCYIIIECTBOBAHUSI UMEET MECTO B PACITOJIO(KEHHOM Ha ceBepe Dduonuu o3. TaHa, rue
110 OLIECHKAM Pa3HbIX aBTOPOB 00MTaeT 10 15 Mopdo-3konorudeckux ¢opM (MopdoTuiioB). OTINIATEND-
Hble MPU3HAKU ycadyell TAHCKUX MOPGOTUIIOB OTYETIUBO MPOSIBISIIOTCS IO TOCTUXKEHUIO CTaHIAPTHOM
mmHEL (SL) npuMepHo 15 cMm. [Ipu MeHbIIel IjiMHe MpeacTaBUTEIN OOJIbIIMHCTBA MOP(MOTUIIOB MEXIY
c0o00ii Hepa3MTUYMMBI. DTO JaeT OCHOBAHUS TIPEAIIONOXUTh, YTO B OHTOIeHE3€e TJIaBHbIe BEKTOPHI MOpGhO-
JIOTUYECKOM N3MEHYMBOCTHU TAHCKUX ycauyeil MOTYT ObITh Pa3HBIMU J0 U MOCJIE JOCTUKEHUST OCOOSIMU TN~
HbI 15 cM. Lesblo HacTOSILETO UCCIeA0BaHMS CTajla MPOBEpKa 3TOro IpeanoyoxeHus. [loiryyeHHbIe pe-
3yJbTaThI IIOATBEPXKIAIOT, YTO B JAHHOM MOITYJISIIUY CTaHOapTHas mimHa (S1), paBHas mpuMepHo 15 cM, pa3-
rpaHUYMBAET ABE CTAIUU ITOCTHATAJILHOIO OHTOreHe3a y MCCIIeIyeMOi IpyIbl pid. Y ocobeit SL < 15 cm
OCHOBHOM BEKTOpP M3MEHYUBOCTU — 3TO CJIEACTBUE U3MEHEHUST MOPDOIOTNIECKUX TTPOITOPLMIA IO Mepe
pocTta ocobu. Y ocobeii SL > 15 cM 0CHOBHOM BEKTOP M3MEHYMBOCTH, ITO BCEM BEPOSITHOCTH, CBSI3aH C pa3-
NeJICHUEM MUILIEBBIX pecypcoB. OpUTHHATBHBIN MTOIXO0M, MCTIOJIb30BaHHBIN B UCCIEIOBAaHUM, TIOJIaTaeTCs
MEePCIEKTUBHBIM B aHAJIM3€ OCOOEHHOCTE MU3MEHYMBOCTHU Ha pa3HbIX CTAAWSIX OHTOTEHE3a He TOJIbKO U3Y-

4aeMOM, HO U APYTMX CUCTEMATUYECKUX TPYIIII.

Karoueessie crosa: reHepanmm3oBaHHas ¢opMma, Barbus (=Labeobarbus) intermedius KoMILieKc, cCUMIATpUie-
ckoe hopMooOpazoBaHue, MOCTHATAIbHBIN OHTOT€HE3, BEKTOPhl U3MEHUUMBOCTU

DOI: 10.31857/50475145023020040, EDN: XFAOLX

BBEAEHUE

Nxtnodayna o3. TaHa, pacrnojioXXeHHOTO B ce-
BEpHOII yacTu Dduonuu, npumedaresabHa, Mpexae
Bcero, oowmmeM Mop¢o-3KoIorndeckux ¢gopM (1Im
MOP(OTUIIOB) KPYITHBIX apUKAHCKUX ycauyeil KOM-
iekca Barbus (=Labeobarbus) intermedius (sensu Ban-
ister, 1973). Cuntaercsi, YTO KOMITJIEKC “TaHCKUX" MOp-
¢GOTUIIOB — 3TO pe3yJIbTaT aJallTUBHOM pagualliu B
Ipoluecce pasiejieHusl NUILIEeBbIX pecypcoB (Sibbing
et al., 1998; Sibbing, Nagelkerke, 2001; Nagelkerke,
Rossberg, 2014). B moyb3y 3TOTr0 NpemIToaoKeHUS
CBUNICTENILCTBYIOT JaHHbIC O AuddepeHImaium TaH-
CKMX ycadell ITo mpru3HaKaMU, OTpaKaloIM CTPOSHUE
yemtocTHOro armmapara (MuponoBckuii, 2017, 2021a,
20216).

Hapsiny ¢ ycauamm criennain3upoOBaHHBIX MOp-
¢dotumnos B 03. TaHa oOUTAIOT 0cOOU O3 BbIpAXKEH-
HBIX IPU3HAKOB KaKOM-11MO0 MUIIEBOI cienann3a-
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muu (Mina, 2001). Takue ocobu UMEHYIOTCSI TeHepa-
JIMB0OBAHHBIMU U, €CJIU OOJBIIIMHCTBO MOP(OTUIIOB —
9TO DHJIEMUKM 03€pa, TO ycauyu I'eHepaM30BaHHOM
¢OopMBI IIMPOKO PACIIPOCTPAHEHBI B peKaxX U 03epax
Adpuku. OHM clrararoT MOHOMOPQHBIE ITOIYJISIIINU
KPYITHBIX a)pUKaHCKUX ycadeil, a B IIOJIUMOP(PHBIX
MOIYJISILIMSIX JOMUHUPYIOT 110 YnciaeHHocTH. [Ipenmno-
JlaraeTcsi, 4yTo TeHepaiM30BaHHas1 (opMa SIBISIETCS
MPEIKOBOI, B IIpoliecce IuBepcudUKalIMU JaBIlIei Ha-
YyaJio MHOTOOOpa3uio KoMruiekca B. intermedius B apea-
e (Nagelkerke et al., 1994; Mina, 2001; T'ony0110B,
2010; Shkil et al., 2015; Levin et al., 2019, 2020). B
MONb3y TAKOIo IIPEAIIONIOXEHUSI CBUIETEIHLCTBYIOT
pe3yJibTaThl UCCAeA0BaHUS U3MEHUYMBOCTU TeHepa-
JIM30BaHHON (opMbl KoMmIuiekca B. intermedius B
CpaBHEHUM C W3MEHYMBOCTHIO CHUMMATPUIYECKHUX
MOpPGhOTUIIOB U aJUIONIATPUYECKUX BUJIOB KPYIHBIX
adppukaHckux ycaueit (Mupononckuii, 2020, 20216).
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Oco6b reHepaIn30BaHHOM (hOPMBI
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Bigmouth small-eye
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Puc. 1. Oco6u reHepaIM30BaHHON M HEKOTOPBIX CIIEIIUATU3MPOBAHHBIX (hopM (MOP(OTHUIIOB) KPYITHBIX appUKaHCKMX ycadeit
u3 03. Tana. HazBanust MopoTuIoB npuBeneHsbl, coracHo kinaccudukanun Harenbkepke c coaBt. (Nagelkerke et al., 1994,
1995). ®otorpaduu myoaukyiores ¢ moode3Horo paspeineruss ®.H. llkuns u E.B. Ecuna (MBP PAH u UTIBD PAH).

XoTs pa3nuuust MEXKIy HEKOTOpHIMU (opMamMu
ycaueil 03. TaHa BechMa BEIUKU M, KaK OTMEUYAlOT
Harenvkepke ¢ coaBropamu (Nagelkerke et al., 1994),
COTIOCTAaBUMBbI C Pa3INYUSIMM BUIAOB M OaXKe POJIOB
Cyprinidae EBpasuu (puc. 1), npyuHaaaeskHOCTb OCO-
OM K TOMY WJIM WHOMY MOPGOTUIY MOXET OBbITh
ompeeneHa JIUIb [0 TOCTUKEHUIO HEKOTOPO I~
Hbl. CornacHo M.B. MwuHe ¢ coaBropamu (Mina
etal.,1996; Muna u ap., 2011), masg GOJbIIMHCTBA
MOpP(OTHUIIOB TaKas IIMHA JICKUT B Irana3zoHe SL =
= 20—25 cM; TIpu MEHbIIUX pazMepax UACHTU(DUILIM -
pYIoTCs UL 1Ba MOopdoTUIIa: acute u bigmouth big-
eye. Harenbkepke ¢ coaBropamu (Nagelkerke et al.,
1995) yrBepknanu, yro 11 u3 14 MopdoTunoB pazim-
yumbl ipu SL meHee 10 cM. BmecTe ¢ Tem, mos:xke,
MPEeaI0KUB UACHTU(PUKAIITMOHHBIN KIIIOY ST OIIpe-
JIelieHUs1 TaHCKMX MopdoTturioB, Harenbkepke u
Cub6unr (Nagelkerke, Sibbing, 2000) HacTosITETEHO
PEKOMEHAYIOT UCHOIb30BaTh €T0 TOJIBKO IJIsl 0CO0eit
CTaHIAPTHON MInHOM 6obiie 15 cM. Tak niau uHaye,
HECMOTPSI Ha pacXOXIAEeHWE MHEHUN O HaIeXHOI
IJIMHE UAeHTU(hUKALIMY, HET COMHEHUIA B TOM, 4TO
XapakTepHble MPU3HAKU TAHCKUX MOP(OTUIIOB MTPO-
SIBJISIIOTCSI TI0 Mepe YBEJIMYEHUsST OOIIMX pa3MepoB
pBIO. DTO maeT OCHOBaHMS IIPEAIIONIOXUTh, YTO He-
JIaBHO BBISIBJICHHBIC TJIaBHbIE BEKTOPbHI MU3MEHUUBO-
CTHU ycaueul reHepam3oBaHHO# (opmMbl (MUPOHOB-
ckuit, 2020, 20216) MOTYyT OBITh HE OMMHAKOBBIMU B
pa3HBIX pa3MEpPHBIX IPYIINax.

CkazaHHOE OIpenesuio Liejb HACTOSIIEro uc-
CJIeIOBaHMS: CpaBHEHME TJIaBHBIX BEKTOPOB M3MEH-
YUBOCTU B pa3HBIX pa3MePHBIX IPyIIax ycadeit reHe-
panu3oBaHHOU popMbl B 03. TaHa, B KauecTBe pabdo-
Jeil TUIoTe3bl paccMmarpuBasg pyoex SL = 15 cwm,
npenjnoxeHHbii Harenbkepke u Cuoounarom (2000).

MATEPHAJIBI U METO/1bI

Marepuai cobpan B 03. TaHa B 1992—2010 rr. P16
OTJIaBJIMBaJId HAKMIHBIMU U XaO0epHBIMHU (s1uest 0.5—
8.0 cM) ceTsiMu, Opaiv U3 YIOBOB MECTHBIX pPhIOAKOB.
Bcero paccmarpuBarorcs 172 ocodbu reHepaIn30BaH-
HoIi (hopMBI cTaHIapTHOM minHOI oT 10 mo 35 cM. B
pacyeTax pbI0 AEMWIM Ha pa3MepHbIC TPYIIILI “MeJl-
kux” SL 10—15 cMm (30 ocobeit) u “kpyrnHbix” 15—35 cMm
(142 ocobu). OT™METHUM, YTO reHepaIu30BaHHasI (Ppop-

Ma (manee — GF') komruiekca B. infermedius sensu
Banister (1973) B 03. TaHa onucaHa Kak MOpGhOTUIT

intermedius® (Nagelkerke et al., 1994; Muna u 1p.,

IGF - abOpeBuarypa ot aHr1. “generalized form” — reHepanu-
30BaHHas (hopma.

2 JTaturckoe “intermedius”, KaK 1 orpeesieHue “reHepaTn30BaH-
Hast”’, yKa3bIBaeT Ha 0000IIEHHOCTh 00nKa ocobeit GF — mpo-
MEXYTOUHOTO, WM YCPETHEHHOTO MEXIy IPYTUMH TaHCKUMM
Mopdotunamu. B KadyecTBe OqHOroO M3 IMArHOCTMYECKUX IIpU-
3HaKoB Mopdoruna intermedius Harenbkepke ¢ coaBTOpamu
(Nagelkerke et al., 1994. P. 3) yka3sbiBatoT: “No extreme charac-
ters”, T.e., OTCYTCTBUE SKCTPEMATbHBIX TIPU3HAKOB, TTOM “IKC-
TpeMaJIbHBIMU” IOHUMas AMATHOCTUYECKUE MPU3HAKY CIIEL -
aTM3UPOBAHHBIX MOP(OTHUIIOB 03epa.
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Puc. 2. Cxema mpoMepoB uepera ycadeil Komruiekca B. intermedius. IlapameTpsl oceBoro yepena: BL — 6a3anbHasl IJIMHA Ye-
pena; By, B,, By — paccTosiHue MeXIy BHEIIIHUMY KpasiMU COOTBETCTBEHHO frontalia, pterotica u sphenotica; B, — mmpuHa ye-
pena Ha ypoBHe coefrHeHUst frontale u pteroticum, H.S| u AS, — BbIcoTa 4eperna Ha ypoBHE COOTBETCTBEHHO U3ruba parasphe-
noideum u 3agHero kpas parasphenoideum. [1apameTpsl BucuepaibHoro uepena: Hm — Beicota hyomandibulare, Pop — nnunHa
praeoperculum, Op — BbIcoTa TlepeaHeit yactu operculum, /op — niuHa interoperculum, Pmx, Mx v De — nyjiuHa praemaxillare,

maxillare u dentale COOTBETCTBEHHO.

2016). IlpuHamIeXHOCTb, HCCIEAYEMBIX OCO0Ei K
JTaHHOMY MOP(hOTUITY OIIPEASIISIIIN 110 JUArHO3Y B pa-
oore Harenbkepke ¢ coaBropamu (Nagelkerke et al.,
1994).

B noJjieBbIX YCIOBUSIX TOJOBBI PhIO PUKCUPOBAIU
MOBapEHHOM COJIbIO OIS KaMepalabHOil 00pabOTKU.
ITocne mnpemapupoBaHUS U H3TOTOBJICHMUS CYyXUX
OCTCOJIOTMYECKUX MperaparoB u3Mepsim 14 mapa-
METPOB, XapaKTEPU3YIOLINX ITPOIIOPLINHU OCEBOTO U
BUCLepaabHOro uyepena (puc. 2). MccienoBaHus 11o-
Ka3bIBalOT, YTO, 00Jamasi BBICOKOM pa3pelialoleii
CITOCOOHOCTBIO M XOPOIIeid BOCHPOU3BOAUMOCTBIO
pe3y/IbTaTOB U3MEPEHUI KaK OMHNM, TaK M HECKOJIbKM -
MM ollepaTopaMH, JaHHBI HA00OP ITPU3HAKOB ITO3BOJISI -
€T YBEepEHHO OLICHMBaThb (DEHETHMYECKHE OTHOIICHUS
pas3HbIX (OPM ycaueil, paBHO KaK U PbIO IPYTUX CUCTE-
Mmatuueckux rpymnn Cyprinidae (Mina et al., 1993,
1996, 1998; Muponosckuii, 2006; drebyanse u ap.,
2020; Koxapa u ap., 2020).

Cratuctnyeckass oo0paboTKa JaHHBIX BHITIOJTHEHA
cpeacrBamu nakeroB NTSYS 2.02k u Statistica 6. B
pacueTax HCIOJb30BaHbI MHIEKCHI, IPEICTaBISIO-
e co0Oii OTHOIIEHUSI aOCOJIOTHBIX 3HA4YeHUM
IIpOMepOB K 0a3aibHOM ainuHe yepena (BL). Jlanee,
YIIOMMHAsI TOT WM MHOM NpU3HaK, Mbl OyIeM UMETh
B BUJLy €r0 MHIIEKC, a HE caM IMpoMep. 3HAYCHUSI UH-
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JIEKCOB MpeoOpa3oBbIBaIv B HATYpaJIbHbIE JJorapud-
MbI IJISI HOpMaJu3aluu pacripeneyieHuii. B ananusze
raBHbIX KOMITIOHEHT (AI'K) coGCcTBEHHBIE BEKTOPHI
CUMUTAJIU MO KOPPEISILIMOHHON MaTpulie; JVIMHY BEK-
TOopa MpMHUMaIU paBHoi 1. B oTmmune ot padoT, rae
AT'K mcrionp3yioT sk YMEHBIIIEHUST 91ciia TIepeMeH-
HBIX C MOCJIEAYIOIIMM aHAJIM30M pacHpencieHUsT TO-
4eK-00BbEKTOB B IBYX- WJIM TPEXMEPHOM IIPOCTPAHCTBE
nepBbix 'K, HacTosiee ncciaenoBaHe OCHOBAHO Ha
aHanm3e coOCTBeHHBIX BeKTOpoB (CB) koppemsmu-
OHHBIX MaTpHll, KOTOPhIE XapaKTePHU3YyIOT IJIaBHEIC
HaIlpaBJICHUS TUCIIEPCUN OOBEKTOB aHAJIU3UPYEMBIX
MHOxecTB (AHapees, 1980; Hredyan3e u ap., 2008;
MupoHoBckuii, 2020, 20216; MuHa, MUpPOHOBCKMIA,
2022). I'maBHbIe HaMpaBIEeHUST AUCTIEPCUM paccMaTpr-
BalOTCSl KaK IVIaBHbIE HaIlpaBJICHUsI W3MEHYUBOCTU
(nuBepcuduKalMK, TUBEPIeHIIMN) ycadell n3ydaeMbIX
coBOKyITHOcTei. O cXOICTBE COOCTBEHHBIX BEKTOPOB
CyOWIN, aHAIM3Upys Ipadukm pacmpeneneHus: ak-
TOPHBIX HArpy30K paccMaTpMBaeMbIX IapaMETpPOB, a
TaKXKe BBIYMCIISISE KO3 (GULIMEHTHI pAHTOBOIM KOPPEIsi-
uuu CripMeHa (rg) v TuHeliHoi koppessiiuu [Tupco-
Ha (rp); CTATUCTUYECKYIO 3HAUUMOCTbh KOPPESIIUil
OLIEHMBAJIU CpeACTBaMU ITakeTa Statistica 6. JeHapo-
rpamMMbl, OTpazKarolre KOppeasiud MexXay Ipru3Ha-
KaMu, CTPOMJIMCH METOIOM IOJTHOM CBSI3U.
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PE3VJIBTATBI U OBCYXIEHHUE

I1Tpu cpaBHEHUU BEKTOPOB U3BMEHYUBOCTHU O0CcO0eit
M3y4aeMbIX COBOKYITHOCTEI Ha OCSIX CHCTEMBI M-
MOYTOJIbHBIX KOOPAWHAT OTKJIAIBIBAIUCH (haKTOP-
Hble Harpy3ku paccMaTpUBacMbIX MEpPEeMEHHbBIX Ha
cootBeTcTByIomue CB (puc. 3). B runmorernmueckoMm
cyJae, KOrjga HaIlpaBJIeHUs M3MEHYMBOCTU B ITape
COTMOCTAaBJISIEMbIX COBOKYMHOCTEM IMOJIHOCThIO COB-
IMamaroT, TOYKW, COOTBETCTBYIOIINE HArpy3Kam, JIO-
JKaTcs Ha MPSIMYIO, PAacIIONIOXKEHHYIO o, yIiioMm 45° K
OCSIM KOOPAMHAT, KOPPEIsLUs MEXIy 3HAYCHUSIMU
Harpy3ok OyneT paBHa 1. Touku Ha Takux rpadukKax
TEM NaJIbIIIE PACIOJIOKEHBI OT Hayajla KOOPIWHAT,
yeM OOJIbIIYI0O OTHOCUTEJIbHYIO HAarpy3Ky B JaHHOM
HaIpaBJICHUY W3MEHYMBOCTU HECeT MaHHBIN TIpU-
3HaK. Y HavaJila KOOpAWHAT OKa3bIBAlOTCS TOYKH, CO-
OTBETCTBYIOIIUE TTEPEMEHHBIM C HAMMEHBIIMMU Ha-
Ipy3KaMMU.

Ha puc. 3a nmpuBeneH rpaduk pacnpenencHus
¢akTOpHBIX HATPY30K Ha MepBble COOCTBEHHbIE BEK-
Topbl aucnepcun “menkux” (SL = 10—15 cm) u
“kpynHbix” (SL = 15—35 cm) oco6eit GF 03. TaHa.
Kak Bumnm, y “KpymmHbBIX” 0ocobeit pacripeneaeHne
XapaKTepu3yeTcsl ONMo3ulineil (MpOTUBOCTOSTHUEM)
Harpy3oK napamMeTpoB OCEBOT0 yeperna 1 YeJTI0CTHOMI
nyrn. Harpysku mepBeix Ha CB1 umeroT 3Hak “+7,
Harpy3ku BTOpbIX “—”. K mapameTpaM oceBOTO uepe-
a MpuMbIKaeT NpU3HaK TMOUIHOM nyru Hm, K rapa-
METpaM YeJTIOCTHOM IyTU — OAWH U3 IapaMeTPOB Xa-
OepHoii Kpbiliku fop. ITo aOCOMIOTHBIM 3HAYEHUSIM
(6e3 yueTa 3Haka) (haKTOpHbIE HAIPY3KU YEPEMHBIX U
YEJIIOCTHBIX MPU3HAKOB MPUMEPHO PaBHbI, U3 YETO
clieayeT, YTO MPUMEPHO PaBHbI UX BKJIAIbl B JTaHHBIMI
BEKTOp M3MEHYMBOCTHU. Y “MejKux” ocobeii pacope-
JieJiIeHUe WHOE, 3[IeCh OMNIMO3UlIMM 3HAKOB HET, Ha-
rpy3ku Bcex mapameTpoB Ha CB1 mojioXXuTenbHBI.
I1Ipu sTOM, ecau y “KpyITHBIX” 0cOOeil Harpy3Ku ma-
paMeTpoB xKabepHoit Kpbiiku Op n Pop 61m3ku K 0,
TO Y MEJIKHUX OHU Ha YPOBHE HArpy30K OCTaJIbHBIX
Mpu3HakoB. [ToTHOe OTCYTCTBME CXONCTBA B pacmpe-
nejieHun (baKTOPHBIX HArpy30K B COIMOCTaBISIEMbBIX
BEKTOpax OTpaxaloT cTpemsinuecs K 0 3HaYeHUs
Koppensiiuii. TakuM o6pa3oM, cielaHHOe BO BBele-
HUM MPEAITOJIOKEHNE, 9YTO M3MEHYMBOCTD “MEJIKNX’ W
“KpynHBIX” ocobeit MOXeT WATU MO-pa3HOMY, COOT-
BETCTBYeT JEHCTBUTEILHOCTU: OCHOBHOM BEKTOpP W3-
MEHYMBOCTH ycaden mimHou MeHbIe 15 cMm (SL < 15) u
OCHOBHOI BEKTOpP M3MEHYMBOCTU ycayeul IJIMHOMU
oodbire 15 cm (SL > 15) — 370, HECOMHEHHO, pa3HEIe
BEKTODBI.

ITpoBepuM, MEHSIIOTCS JIW TJIaBHbIE BEKTOPbI TUC-
nepcuu ocobeit SL > 15 cMm mo Mepe X TajabHENIIIero
pocta, uiu nocie SL ~ 15 cM oHu (TJ1TaBHbIE BEKTOPbI
aucriepcun) HeuaMeHHBI? [ atoro cpaBaum CB1
ocobeit SL = 15—20 cm u CB1 ocobeii SL =20—-35cm
(puc. 36). CxoncTBo pacrpeaenaeHust paKTOPHBIX Ha-
IPy30K 1o obenm ocsiM (X u Y), B coueTaHUU C BBICO-
KUMM CTAaTUCTUYECKU 3HAYMMBIMU KOPPEISILUIMU

HE OCTaBJISIET COMHEHU B TOM, UTO MEXIY COOOM
CpaBHUBAIOTCS HE pa3Hble BEKTOPHI, HO pa3HbIe pea-
JIM3allMM OOHOTO M TOTO K€ BeKTopa. Takmm oOpa-
30M, I10 JOCTMK€HMHU JUIMHBI 15 CM INIaBHBIIA BEKTOP
JIMCIIEPCUU OCTaeTcsl Hen3MeHHbIM. HekoTopas pa3-
HHUIIa MexXny cpaBHMBaeMbIiMM CB1 3akmiodaercs B
JIojie OOIIeit TUCIIepCHUM, OTpakaeMoOM KaXXIbIM W3
Hux. Y ocobeit SL = 15—20 cM oHa paBHa 28 %, y oco-
6eit SL =20—35 cm yBennumuBaetcs 10 32%. U3 storo
cJIeIyeT, YTO MO MEpPE pocTa PhIO poIb JAHHOTO BEK-
TOpa B UX U3BMEHYMBOCTHU YBEIUYMBAETCS.

CpaBHeHUe COOCTBEHHBIX BEKTOPOB Pa3HOTO paHTa:
CB2 oco6eit SL = 10—15 cm u CB1 ocobeii SL = 15—35
(puc. 3B) MOKA3bIBACT, YTO U B 3TOM CJIydae MMEET
MECTO MPOTHUBOCTOSIHUE 3HAKOB (PAKTOPHBIX HATpy-
30K ITapaMeTpoB HeiipokpaHumyMma (3Hak “+”’) u de-
JIIOCTHOM IyTH (3HaK “—”’) B COYeTaHUU C BEICOKIMH
JIOCTOBEPHBIMU KOPPENSALUSIMU MEXIAY CpaBHUBae-
MBIMM TMapaMeTpamMu. DTO JaeT OCHOBaHUS yTBep-
KIaTh, YTO U 3[€Ch MEXIY COOOI COMOCTaBISIOTCS
pa3HbBIC peai3alu OTHOTO BeKTopa. ¥ “KpynHBIX”
ocobeil 3TOT BEKTOp OIpeneisieT OCHOBHYIO JOJIIO
n3MmeHYnBoCTH (CB1), Torma Kak y “menkux” ocodeit
ero poJjb BropocreneHHa (CB2).

Kimrou K moHMMaHMIO IIPUPOILI U3MEHUYMBOCTH,
oomwsicHsiemoit CB1 “menkux” ocobeit 1 CB1 “kpyri-
HBIX” ocobeit GF o03. TaHa, Kak IpeacTaBiIsieTcs, Ja-
€T CPaBHUTEJIbHBIN aHAJIN3 IeHIPOTpaMM, OTpaKalo-
IIMX KOPPEJSILMOHHBIE CBSI3UM MEXIY Ipu3HaKaMu
ycadeil KaxXaoi U3 3TUX pa3MepHbIX IpyIil (puc. 4).
CTpyKTypa KOpPpEISIIMOHHBIX CBsI3eil IIPU3HAKOB
ocob6eit SL > 15 cMm (puc. 4a) moka3bIBaeT, YTO aHAIM-
3WpyeMbIc apaMeTphbl 00pa3yIoT IBa OCHOBHBIX KJIa-
cTepa, COCTaB KOTOPBIX IIOJIHOCTBIO COOTBETCTBYET
OTMEUEHHOMY BbIl1Ie (puc. 30) pa3neaeHrIo IPU3HAKOB
C MOJIOKUTEJIBHBIMU (+) 1 OTpULIATeIbHBIMU (—) Ha-
rpy3kamu Ha CBl 3Toit pasmepHoii rpymnmbl. Ha
neHaporpamme (puc. 4a) B OMHOM KJlacTepe OObeIm-
Huiucs B, B,, B;, By, HS,, HS,, Hm, Pop u Op. Bto-
poii KJacTep OeHIporpaMMbl 0oOpas3yloT TpU Ilapa-
MeTpa YearoCcTHOM nyru Pmx, Mx, De u napametp lop,
OTpaxKarollIii JUIMHY MEKKPbIIIeYHOI KocTu. B uepe-
Iie ycadel 3Ta KOCTh IIPOTSHYJIACH 32 3yOHOIA, UYTO, BU-
JIVMO, OTIpeAeIsieT TECHYIO Koppesiiyio Mexny De u
Iop, paBHO Kak 1 0JM30CTh lop K rpyIne Tpex mnapa-
METPOB YEIIOCTHOI myru 1o ocu Y Ha puc. 3a, 30, 3B.
Bricokas craTucTUYecKy 3HauYMMasi OTpullaTesIbHast
KOppeJIsilus MEXIy KlacTepaMu CBUIETEIbCTBYET O
TOM, 4YTO YBEJIMYCHME ITapaMeTpPOB, BOIICAIINX B
OIWH KJIaCTepP, COMPOBOXKIAETCS YMEHBIIIEHUEM Ia-
paMeTpoB Jpyroro kjacrtepa. B paccmarpuBaemMoM
cllydyae, BTO O3Ha4aeT: 4YeM [IJIMHHEe YeIOCTU
(1 OoJbIIIE POT), TEM HMXKE 1 YK€ OCEBOI Uepern U ro-
JIOBa B 11€JIOM, UTO XOPOIIIO COOTBETCTBYET pPa3HUILIEC
o0ymkKa ocobeit GF u 00JbllIepOoThIX ycadeil criea-
JIM3UPOBAHHBIX MopgotunoB o3epa (Mina et al.,
2001). PaHee ObBLIO OOOCHOBAHO IIPEAITOJIOXKEHUE,
YTO TakKasl Tororpadus IeHIPOrpaMMbl OTpaxkaeT
KOppEeIILMU MEXIy NMpu3dHaKaMu IIpYU U3MEHUYMBO-
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(6)
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Puc. 3. ConocrasneHue coocTBeHHbIX BeKTOPOB (CB) KoppeIsiLimOHHBIX MAaTPULI MEXIY ITPU3HAKaMU 0CO0eii pa3HbIX pa3Mep-
HBIX TpynT reHepanun3oBaHHo hopmbl (GF) komminekca B. intermedius. (a) — ocb X: CB1 ocobeit SL = 10—15 cm, och YV: CB1
ocob6eit SL = 15—35 cMm; (6) — ock X: CB1 ocobeit SL =20—35 cM, och Y: CBI1 ocobeit SL = 15—20 cm; (B) — ocb X: CB2 ocobeit
SL = 10—15 cm, och Y: CB1 ocoGeit SL = 15—35 cm. CuMmBojaMu 0003HaY€HbI HATPY3KU: ® — MapaMeTPOB YETIOCTHOM Ayru
Pmx, Mx, De; A — mapaMeTpoB xkabepHoii Kpeituku Pop, Op n lop; O — mapameTpoB oceBoro yepena By, B, B3, By, HS|, HS);

00 — napaMeTpa rTMuouaHom nyru Hm.

CTU, HarTpaBJIEHHOI1 Ha pa3aeieHre TTUILEeBbIX pecyp-
coB (MupoHoBckwuii, 2017, 2020, 2021). Cnenyet 06-
paTUTh BHUMaHUE Ha TO, YTO MPU3HAKU “KPYIHBIX”
oco0eil GOopMUPYIOT KJIacTephbl BHE 3aBUCUMOCTU OT
CBOEI MPUHAMIEXKHOCTU K TOMY WIM UHOMY OTAEIY
yeperia (puc. 4a). IlapameTpbl OcCeBOro yepemna
(B,, B,, B;, B,, HS,, HS,) 1 BUCLIEpAIBHOIO Yeperna
(Pmx, Mx, De, Iop, Pop, Op i Hm) B pa3Hble KJlacTe-
pBI He 060co0bIIsTIoTCs. TTapaMmeTp skabepHOI KPhIIII-
Ku lop HaXooUTCA B KJIaCTepe YETIOCTHOM AyTH, TOTa
Kak OBa Opyrve mnapaMeTpa >aOepHOM KpPBIIIKU
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(Pop n Op) — B 0OHHOM KJIacTepe C ITapaMeTpaMU OCe-
Boro ueperna. Tyna Xe rmormnagaeT mapaMmeTp TMOUIHOMN
nyru Hm. ITapameTp oceBoro ueperna B, 00benuHsIeT-
csa B kiacrep ¢ Pop, Op u Hm. Bce 310 cBUIeTeIb-
CTBYET O TOM, YTO y ocobeit SL > 15 cM Koppeasuumn
MEXIy U3BMEHEHUEM CTPYKTYp OJHOTO U TOTO Ke OT-
JieJla yeperna 4yacTo OKa3bIBalOTCSl MEHbIIIE KOppesi-
LI MeXAY M3MEHEHUEM CTPYKTYP Pa3HBIX OTAEIOB
yepera.

B rpymiie oco6eit SL < 15 cM cTpyKTypa Koppesi-
it nHas (puc. 46). Ha mepBoM ypoBHE BETBIICHUS
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(a)
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Puc. 4. [leHnporpaMmbl KOppeJIsILIMiI MeXIy paccMaTpMBaeMbIMU MPU3HAKAMU U3Y4aeMbIX COBOKYITHOCTEl FeHepalnu30BaH-
HBIX 0c0o0eil komIutekca B. intermedius. (a) KOppersiluu MeXIy mpu3HakaMu ocobeit SL > 15 cm; (6) koppersiiuy MeXIy mpu-
3HaKaMu ocob6eit SL < 15 cm. ITapameTpsl ocesoro yepena: By, By, Bz, By, HS|, HS, (0); mapaMeTpbl BUCLIEPATbHOIO Yepemna:
yemocTHas ayra — Pmx, Mx, De (®); xabepHast Kpbiiika — Pop, Op, lop (»); tuounHast nyra — Hm (0).

JIIeHApOorpaMMbl MapaMeTpbl OCEBOTO Ueperia v napa-
METPbI BUCLIEPAJILHOTO Yepera pacXoasTCsl B pa3HbIe
Kiactephl. Jlajee B pa3HbIe KIAacTEPbl PaCXOISTCS
napaMeTpbl YeatocTHol nyru (Pmx, Mxu De) u mapa-
METpHI )kabepHoli Kpbltiku (lop, Pop, Op). IlapameTp
TUOMIHON ayru Hm mipucoenuHsIeTcs K IapaMeTpaM
XKabepHOIl KpPHIIIKKA IIOCIAe TOTO, KakK IIOCIeoHUE
OOBEIMHIINCh MeXny coboit. Takum oOpa3om, B
rpyrre SL < 15 ¢cM TIpu3HaKM, XapakTepu3yIolIne
CTPYKTYPbI OMHOTO 1 TOTO K€ OT/esIa yepera, CXOmSITCs
B OIVH LIEJIOCTHBII KJ1acTep, T.e. y ocobeit SL < 15 cm
KOPPEIILNI MEXIY U3MEHEHEM CTPYKTYP OJHOIO 1
TOTO K€ OTHejIa Yepella TeCHee KOPPEIii MeXIy
W3MEHEHHEM CTPYKTYP Pa3HbIX OTAEIOB yepera. DTo
CBUIETEIBbCTBYET O TOM, 4TO B rpytiae SL < 15 cm
KOppEISILMM OIpeneisaeT copa3MepHOE pa3BUTHE
CTPYKTYp HAHHOIO OTAeja 4epera II0 Mepe pocTa
ocoou. To ecTh, TIIaBHBIN (PaKTOp M3MEHYMBOCTHA B

3TON T'PYIIIC — 3TO COMMPSAKECHHOCTb UBMEHCHMUS ITPO-
HOpLII/Iﬁ qyepeIia B IIPOLECCEC OHTOTCHE3A.

SAKJIFIOYEHUE

INonydeHHbIE pe3yIbTaThl al0OT OCHOBAHUSI yTBEP-
XAaTh, YTO CTaHAAPTHas HIMHA 15 cM IeliCTBUTEILHO
SIBJISIETCS TPAHUIICH MEXIY CTaIUSIMU TTOCTHATAILHOTO
OHTOTEHE3a, XapaKTepU3YIOITUMUCSI pPa3HBIMU BEK-
TOpaMM U3MEHUYMBOCTU. BakHO MOmYEpKHYTh, UTO
BEKTOp, OTpeHeasieMbIil ONMITO3UIINE Harpy3oK Ia-
paMeTpOB YETIOCTHOM MyTH U OCEBOTO Ueperna, Ipu-
CYTCTBYET U B M3MEHYMUBOCTU ocobeit SL < 15 cm
(puc. 3B). M ecnu mpenmojioXeHue O CBS3U 3TOTO
BEKTOpa C IIpoliecCaMy pa3neieHUs ITUIIEBBIX pecyp-
COB CIpaBeJIMBO, TAKOBbIE MPOLIECCHl UMEIOT MECTO
U y MeJIKuX ocobeif. Ho 3mech 3TH TIpoIiecchl B M3-
MEHYMBOCTU HE OCHOBHBIE, OHU — BTOPOCTEIICHHBIE,

OHTOTEHE3 Ne 2
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O YeM CBUJIETENbCTBYET BTOPOI MO 3HAYEHUIO PAHT
naHHoro BekTopa — CB2. YcuiieHue poiau JaHHOTO
BekTopa a0 paHra CB1 nmo goctiskenuu SL 15 cM, BU-
IIUMO, OOBSICHSIETCSI TEM, UTO MPU TAKOM IJTMHE OCOOU
CTaHOBSTCSI CITOCOOHBIMM TIOE€IATh ceOe ITOMOOHBIX,
PE3KO MHTEHCUMULIMPYS XUIITHUYeCcTBO. CleayeT Tak-
K€ OTMETUTbh, UTO, HAPsILy C pa3rpaHUYEeHUEM ITAIOB
OHTOIeHe3a U aHAJIM30M O0COOEHHOCTE! pa3BUTUS Ha
KaXIIOM 13 HUX, TTOIXO/, OCHOBAHHbIN Ha CPaBHEHUU
cobcTBeHHBIX BeKTopoB (CB), ¢ ycriexoM MCITOIb3yeTcs
U 11 U3yYEHUS] SBOJIIOLIMOHHBIX ACTIEKTOB U3MEHYM -
BocTU. Tak, comocTraBjieHUE COOTBETCTBYIOIINX BEK-
topoB aucnepcun (CB1) moka3zaio, yTo nuBepcudu-
Kallsl TeHepaJu30BaHHBIX ocoOeil B 03. TaHa, nu-
Bepcudukanusi ocodeii 14 TaHCKMX MOP(MOTUIIOB U
oco0eit 4 antonaTpuyecKrx BUIOB ycayeil pek v 03ep
Oduonuu — 3To NocjaeAoBaTeNbHbIE 3TAllbl OJHOTO
npoliecca, U AMBepreHIIMs] CUMIIaTpUYeCcKUX Mopdo-
TUIIOB, a 3aT€M — aJlIONaTPUUECKHX BUJOB UIET B Ha-
MpaBJICHUH, 3aJaHHOM JMBepcudHUKanneii ocodeii re-
Hepa3oBaHHOI (popmbl (MupoHoBckumit, 2020). UyThb
MO3Xe aHaINU3 CTPYKTYPbI KOPPEJISILIMOHHBIX CBs3eit
COOCTBEHHBIX BEKTOPOB T'€HEPAJIM30BAaHHON W psa
pBIOOSIAHBIX (hOPM TO3BOJIUI MOJYYUTh JAHHBIE B
MOJIb3y TMIIOTE3bl, COMIACHO KOTOpOH (heHeThuueckas
repapxust MOp(OTUTNIOB KPYITHBIX aDpUKAHCKUX yCa-
yeit B 03. TaHa BO3HUKIIA B MpOLiECCe HE3aBUCUMBIX
OTBETBJIEHUII OHTOTEHETUYECKUX KaHaJIOB CIlelMa-
JIM3UPOBAHHBIX (hOpM OT KaHayia MopdoTumna interme-
dius, To ecTb, reHepaM3oBaHHOMI (hopMbl (MuHa, Mu-
poHoBckuii, 2022). Kpome Toro, rpenBapuTeaIbHbIE
pacyeThl Jal0T OCHOBAHUE T10JIaraTh, YTO MEXaHU3MBbI
¢dopMuUpoBaHUs PHIOOSIAHBIX U HEPBIOOSIAHBIX TIPe-
CTaBUTEJIEN TAHCKOTO KOMILJiekca popM MOTYT pas-
JIMYaThCsl MEXAy cOO0I, YTO, OUEBUIHO, ONPEAEIIsIeT
OIHO U3 BaXKHBIX HAIIpaBIeHUN JalbHENIINX UCCTIe-
JIOBaHUH C MCIOJb30BAaHUEM OMMCAHHOTO TOAXO0AA.

BbIBOJbI

1. B 03. TaHa y ocobeii reHepaJiu30BaHHOU (op-
MBI KoMIUTeKca Barbus intermedius Ha pa3HBIX CTagu-
SIX OHTOTEHEe3a TOMUHMPYIOT pa3sHbIe BEKTOPhI U3-
MEHYUNBOCTH.

2. Y ocobeit SL < 15 cM OCHOBHOI BEKTOP U3MEH-
YUBOCTU OIIPeAessieT COIPSLKEHHOE W3MEHeHUe
MOP(dOJIOrnuecKUX MPOHOPLMiA IT0 Mepe TUHEITHOTO
pocTa.

3. Y ocobeit SL > 15 cM OCHOBHOM BEKTOp U3MEH-
YUBOCTHU, IO BCEM BEPOSITHOCTH, CBSI3aH C paszieiie-
HUEM TTUIIEBBIX PECYPCOB.

BJIATOOJAPHOCTHA

ABTOp MCKpEeHHe OylarofapeH yJacTHHMKaM 9KCITeIULINU,
MNPUHUMAaBIINM yJacTre B coope matepuana: A.C. [omyomo-
By 1 A.A. [TapkoBy (UT1BD PAH), paBHo kak u ®@.H. Iku-
mo (MUBP PAH), A.C. Komaposoii, A.B. Koxape u
E.E. Capmibko (MBBB PAH), HamemmmM BpeMst 03HaKO-
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MUTBCSI C WMCXONHBIM BapUaHTOM DPYKOIIMCU U CleJiaTh
LeHHble 3aMedaHus. Ocobas 6i1aronapHocts M.B. MuHe
(MBP PAH) u 10.10. dredyanze (U192 PAH), ubs no-
cieaoBaTeNbHasl, MPUHIIMITMAIbHAS KPUTUKA TTO3BOJIMIA
aBTOpY M30eXaTh psiia He BIIOJHE 0OOCHOBAHHBIX CYXKIe-
HUi. ABTOp Takxe rimy6oko npusHarteseH @.H. Hlkuo u
E.B. Ecuny (MBP PAH u UII®D PAH), npenocraBus-
MM U1 Iyoaukanuu dortorpadum MOphOTUIIOB TaH-
CKMX ycayei.

ONHAHCHUPOBAHUME

HccnenoBaHue BBIMOJIHEHO B paMKax rocyaapCTBEH-
HeIx 3aganuii UTIDD PAH (Ne 0109-2018-0076 AAAA-
A18-118042490059-5 1 Ne FFER-2021-0006) u UBGBB
PAH (Ne 121051100104-6). Marepuain cobpaH Ha CpeacTBa
HonrocpoyHoro MexmyHaponHoro rmpoekta PAH “Cos-
MECTHAasI POCCUIMCKO-23(UOIICKasl OMoJIoTuYecKasi 3KCIe-
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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 SZ > 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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CoBpeMeHHBbIe UCCIeIOBaHMS ITIOPUITOTEHTHRIX CTBOIOBBIX KJIeTOK (ITCK) yenoBeka cTaBsIT cBoeii 3ama-
yeit mondop ycinoBuii 1 ¢akKTopoB pOCTa, KOTOPHIE MO3BOJIST JIyUIlle UMUTUPOBAThH MPEUMIUIAHTALIMUOHHOE
pasBuThe 1 b bhepeHIIMPOBKY 3apOABIIIEBbIX KIETOK, YTO UMEET BAXKHOE 3HAUEHUE JJISI CO3MaHUS Kile-
TOYHBIX Moeseii 3aboieBaHuii. PaHee ObuTO MokazaHo, yTo B ipucytcTBruu XeMoknHa CCL2 TTCK yeno-
BeKa MpUoOpeTaloT CBOCTBa, MPUCYIINe MTPEeUMILIAaHTAlMOHHBIM OlacToOMepaM, a UMEHHO aKTUBUPYIOT
curHasbHbI yTh JAK-STAT3 u nossimator ypoBeHb MPHK reHoB rumnokcuyeckoro orseta. OmHaKo
CCL2 npakTuyecku He UcIoJib3yeTcs npu KyabtuBupoBaHuu I1CK yenoBeka, a ero neiicTBue onvicaHo B
eMHCTBEHHOM ucciienoBaHuu. Mbl nponokmim usydeHue snvssaust CCL2 Ha [TCK yenoBeka n mokaszanu,
YTO SMOPUOHATILHBIE U MHAYLIMPOBAHHBIE TUTIOPUITIOTEHTHBIE CTBOJIOBBIE KJIETKH YeIOBeKa, KYJIbTUBUPOBAH-
Hele ¢ CCL2, nMeroT MoBBIIIEHHbIN ypoBeHb Oejika Kucinopon3aBucuMbix cyobenuHull HIF1A u HIF2A, He-
0OXOIMMMBIX IUTS 3aITycKa TUITOKCUYECKOTO OTBETA, a TAKXKe MOBBIIIEHHBIN YPOBEHb OEIKOB KIIIOYEBBIX TPaH-
CKpUITIMOHHBIX (akTopoB mmopunoTreHTHOCTH OCT4, NANOG, KLF4, SOX2 u TFCP2L1. Kpome Toro,
npucytctBue CCL2 MoJIOXUTENbHO BAMSET HAa HaIMpaBiIeHHYIO 3HAOTEIMalbHYI0 AuddepeHIpPOBKY,
YCKOPSIST CO3peBaHMe TIPEAIIECTBEHHUKOB M YCUJIMBast aHTUOT€HHBIM MOoTeHIIMa TuddepeHIIMPOBAHHBIX

IIPOMU3BOOHBIX.

Karoueesbie croea: IIOPUIIOTEHTHBIE CTBOJIOBBIE KJIeTKHM, XeMOKH CCL2, runmokcnyecKuii OTBET, HAIlpaB-

JIeHHAasl HIOoTeIMaabHast nuddepeHMpoBKa

DOI: 10.31857/S0475145023020052, EDN: XFKLPE

BBEIAEHUE

AKTyaJIbHBIM HaIlpaBJIieHUEM HCCIAENOBaHUN KYJb-
TUBUPYEMBIX TUTIOPUMIOTEHTHBIX CTBOJIOBBIX KJIETOK
(ITCK) yenoBeka, K KOTOPbIM OTHOCSIT 9MOpUOHATb-
HEIe cTBOJIoBEIe KieTKU (DCK) n nHaylnupoBaHHEIE
IUTIOpUIioTeHTHBIe cTBOJIOBhIe Kietku (MIICK),
OCTaeTcsl COBEPIIEHCTBOBAaHUE YCIOBUI MX TMOJIyde-
HUS, TToaepxkaHus 1 nuddepeHIpoBKy. OObIYHBIC
ymHnn [TCK yestoBeka, ImoyyaeMble ¥ IIOIIEP>KUBac-
Mble 3a cueT ¢akTtopa bFGF, orpaxalor 6osee 1osm-
HIOIO CTaIWI0 SMOPUOHAILHOTO Pa3BUTHSI, XapaKTep-
HYIO KJIETKaM TOCTUMIUIAHTAllMOHHOTO 3rubjacra
(Collier, Rugg-Gunn, 2018), 4To moaTBep>XKIeHO JaH-
HBIMM TpaHCKpuNToMHOro aHamm3a (Nakamura et al.,
2016). IImopUNOTEHTHOE COCTOSTHME 3TUX KIJIETOK
omnpenesieTcs Kak “npaiiMupoBaHHoe”. CMBICT OI-
TUMU3aluu ycjioBuit kyabtusupoBanus [TCK ueno-
BEKa — TOJyYeHUE KYJbTYP IUIIOPUIIOTEHTHBIX KJie-
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TOK, COOTBETCTBYIOIIIUX OOJice pAHHUM CTaAUSIM M-
OpMOHAJILHOTO pa3BUTHS, a HMMEHHO 3MOUOJIaCTy
MIpeuMIUIaHTallMOHHOM Oyactoumctel. K mpeumy-
mectBaM Takux I1CK, Ha3BaHHBIX “HaUBHBIMU”, OT-
HOCSIT UX ITOBBIIIEHHYIO KM3HECITOCOOHOCTD 1 KJIO-
HOT€HHOCTb, HU3KMI YpOBEHb CIIOHTaHHOM mudde-
PEHIIUPOBKU TIPU KYJbTUBUPOBAHUU, CIIOCOOHOCTD
0oJiee MOJTHO BOCIIPOU3BOIMUTH IIPOLIECCHI PAHHETO
pa3BUTHsI, a TaKKe HEOrpaHMYEHHBIN ITOTEHIIMAI
IUTsE TIofTydeHust auddepeHIMpoOBaHHBIX TTPOM3BO/I-
HBIX, BKJIIO4asi BO3MOKHOCTh (DOPMUPOBATh (DYHKIIM-
oHanbHbIe TaMeThI (Collier, Rugg-Gunn, 2018).

st monyyenus ITCK yenoBeka B “HaBHOM” CO-
CTOSTHMM, B TOM 4YMCJIE U3 IIpaliMUPOBaHBIX KJIIETOY-
HBIX JIMHUI, OpenjoxeH psa npoTokoiaoB (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 TPyIZHO CKa3aTh,
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KaKWe M3 CyIIECTBYIOLIMX ITIOAXOM0B ITO3BOJISIIOT Oy~
yatb [1CK 4denoBeka, MaKCUMaJIbHO MTPUOIUKEHHBIE
K “HamBHOMY’ COCTOSIHUIO, M3-3a HEIOCTaTOYHOI
W3YYEHHOCTH 3TOTO BOIIPOCA U OTCYTCTBHS OOIIEe-
MPUHSITBIX KPUTEPUEB “HAaMBHOI’ MJIIOPUITOTEHTHO-
ctu. [TonbITKY COBEpIICHCTBOBAHUS ITOIXOA0B K ITO-
nydgenuro “HamBHBIX TICK genoBeka ImpomomKaroTCs
W HalpaBJIeHbl, INIABHBIM 0OOpa3oM, Ha YCUJICHUE
curHajibHoro kackaaa JAK-STAT3, akTuBupyeMoro
dakTopoMm LIF, 1 ocmabneHue cUTHAJIBHBIX ITyTEi,
3ammyckaeMbix ¢aktopoM bFGF (An et al., 2020; Bi
et al., 2020). Kpome Toro, cuuraercsi, 4YTo CTaHOBJIC-
HUIO 1 HNOMIEPKAHNIO “HAMBHOTO” COCTOSIHMS TLTIO-
PUMNOTEHTHOCTU MOTYT CIIOCOOCTBOBAaTh MOHMXKEH-
Hasl KOHLeHTpauus kuciaopoaa (3—5%), B yCa0BUsIX
KOTOPOIi B HOpPME IIPOXOAUT paHHEE pa3BUTHE U 3a-
IMyCKaeTCsl CUTHAIbHBIM KacKaa TPaHCKPUITLIIMOHHO-
ro ¢pakropa HIF, unnyuupyemoro rumoxcueii (Dun-
woodie, 2009; Sperber et al., 2015). Tak, mokazaHo,
yro KyabTuBupoBaHue [1CK mpu 5% O, criocoGeTByeT
MONJIEPXKAHUIO IIIIOPUIIOTEHTHOCTU, IIPEISITCTBYET
CIIOHTAaHHOH Iu(@EepEeHLINPOBKE, YMEHBIIAET XPO-
MOCOMHBIE abeppannu, CTAaOMIN3UPYET DITUTCHETU-
yeckoe coctosiHue (Ezashi et al., 2005; Forsyth et al.,
2006; Forristal et al., 2009; Lengner et al., 2010).

JlanHast paboTta IIOCBSIIEHA NCCISIOBAHUIO BIUSI-
Hus uurokrHa CCL2 Ha cBoiicTBa IUTIOPUITOTEHTHBIX
KJIETOK 4YeJIOBEKa ¥ BO3MOXHOCTH €r0 MCITOJIb30BaHUS
B NIPOTOKOJIAX HampapiIeHHON muddepeHINPOBKI B
9HJOTEeIUaIbHbIE KJIeTKU. PaHee ObLIO MpoaeMOH-
ctpupoBaHo, YTo CCL2 B ITIOpUITOTEHTHBIX KJIETKaX
MBI, KPBICHI ¥ Y€JI0BEeKAa aKTUBUPYET CUTHAJIbHBIN
kackan JAK-STAT3 u mMoXeT MCrnoab30BaThCsl MpU
kyneTuBupoBaHun IICK Bmecto dakropa LIF
(Hasegawa et al., 2011, 2014). JaHHble TpaHCKPUII-
TOMHOTO aHaJiM3a MOKa3bIBalOT, YTO KYJbTUBUPOBA-
Hue [1CK genoeka ¢ CCL2 ycuimBaeT 3KCIIPECCUIO
TE€HOB, CBSI3aHHBIX C IUTIOPUIIOTEHTHBIM COCTOSIHU-
€M, U aKTUBUPYET I'eHbl, CBSI3aHHbIE C TMIIOKCUEN,
roBops o ToM, yro CCL2 MoXeT MHIyLIUpOBaTh OT-
BET, MOAOOHBIIA TOMY, YTO BO3HMKAET B KJIETKaX IpHU
MOHMXXEHHOU KOHLeHTpauuu Kuciaopoaa (Hasegawa
et al., 2014). DT maHHBIE MO3BOJISIIOT IIPEINOJIO-
XNTh, 9T0 XeMOKNH CCL2 MOXeT ObITh IepCIIEKTUB-
HbIM (hbaKTOpOM ISl TIOJIyYEHUsI U TIOAJep>KaHUs
I1CK uenoBeka ¢ 60Jiee BBICOKMM CTaTyCOM ILTIOPH-
noteHTHOCTH. OnmHako ucciaegoBaHue 2014 1., BBI-
sIBUBIIIEE TOJOXUTeNIbHOE BIussHUe ¢dakTtopa CCL2
Ha IUIIOPUIIOTEHTHOE COCTOSIHUE YEThIpEeX He3aBUCH -
mbix yuHuit UTTICK gemoBeka, ObIO M ocTaeTcs
€IUHCTBEHHBIM. B 3T0i1 paboTe MbI TIPOIOJIKUIN UC-
cinenoBaHus 3 dexroB pakropa CCL2 Ha cBoiicTBa
IUTIOPUITOTEHTHBIX KJIETOK M BBISICHUJIM, KaK €ro
npuMeHeHue npu KyabTuBupoBaHun DCK u MTTCK
yeJioBeKa BIMSIET Ha SKCIIPECCUIO KUCIOPOM3aBHUCH-
MBIX CYOBESTMHUILL TPaHCKpUITIIMOHHOTO pakTopa HIF
U TeHOB TUTIOPUITOTEHTHOCTU Ha ypoBHe Oenka. Ilo-
CKOJIbKY M3BECTHO, YTO KHCIIPOI3aBUCUMBIC CyObeIM-
HUIIBI TpaHCKpUITIMoHHOro ¢akropa HIF yuactBy-
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IOT B PETYJISILIMM aHTUOT€HE3a U CBOMCTB KJIETOK CO-
cygoB (Skuli et al., 2009; Schodel et al., 2011), B
JTAaHHOM MCCJICAOBAaHUU MBI yIEJIMJIM BHUMAaHUE BO-
npocaM o ToM, Kak godasieHmue K cpeae CCL2 1o-
BJIMSIET Ha HanpaBJieHHY10 1uddepeHunpoBKy ITCK
YyeJIOBeKa B DHIOTEIUAIbHBIE KJIETKM, a TaKKe Ha
CBOICTBA IOJIyYEHHBIX 9HIOTEINOLITOB.

MATEPHAJIBI U METOJbI
Kyasmueupoeanue kaemok

B pabote wcroab30BaiM JIMHUIO 3MOPHOHATBHBIX
CTBOJIOBBIX KJIeToK uenoBeka HUES9, (Homep hPSCreg:
HVRDe009-A) (Cowan et al., 2004) 1 TuHUIO UHAY-
IUPOBAHHBIX TUIIOPUIIOTEHTHBIX CTBOJOBBIX KJIETOK
yesoBeka K7-4 (Homep hPSCreg: ICGi022-A) (Malak-
hova et al., 2020). IICK KyapTUBUpOBaJIM Ha CJI0O€
MUTOTUYECKU MHAKTUBUPOBAHHBIX SMOPUOHATBHBIX
¢ubpoodnacros Meim B cpene KnockOut DMEM
(Thermo Fisher Scientific), cogepxaiueit 15% 3ame-
Hutelst ceiBopoTku KnockOut SR (Thermo Fisher
Scientific), 1% pacTBopa 3aMeHUMbIX AMUHOKUCIIOT
NEAA, 0.25 MM 2-mepkanrtoataHona, | MM nmorta-
muHa GlutaMax (Bce — Thermo Fisher Scientific),
200 mxr/mi ipumonrHa (InvivoGen) n 10 ar/mn bFGF
(Sci-store). K cpene nodasnsuim CCL2 (Biolegend) B
KoHueHTpauuu 10 Hr/mi. st iepecaaiku KOJOHUU
TUTIOPUTIOTEHTHBIX KJIETOK (hePMEHTATUBHO IMCCO-
uupoBanu ¢ nomolibsio TrypLE (Thermo Fisher Sci-
entific) u paccaxuBamm B cooTHoureHuH 1 : 10 ¢ mo6aB-
sneHueM 10 MM umHruéuropa kuHasel Rho Y-27632
(Tocris Bioscience). KneTku KyabTUBUPOBAJIN TIPU
37°C B atmocdepe 5% CO,. CnoHntanHywoo nudde-
penuupoBKy [ICK mpoBomwiu metomom hopMupo-
BaHUS SMOPUOUIHBIX TeJiel] 110 paHee OMUCAHHOMY
npotokoiy (Zakharova et al., 2022).

Hanpaenennas ougpgpepenyuposrxa IICK
6 SH0OMeNUaNbHbIe KAeMKU, MACHUMHbBLIL COPMUH2
U Ky1bmMusuposanue 3H0omenus

Hamnpasnennyto nuddepenumnpopky ITCK B aH-
JNOTEJIMOLIMTHI MTPOBOAWJIM MO paHee OIyOJIMKOBaH-
HOMY mpoTokony ¢ Momudukaunusmu (Gu, 2018).
Hns sroro IICK mepecaxuBajlu Ha MOBEPXHOCTb,
obOpaboranHyo MarpureinreM (Corning), Tak, YTOOBI
yepe3 CyTKM KOH(MIIOEHTHOCTh KJIETOK COCTaBJIsijia
60—70%. Ha cnenyromuit meHb cpeny mist [ICK 3a-
MEHSIIU cpenoit 1ist nuddhepeHIMPOBKU B Me30aep-
MaJIbHOM HampaBJIieHMM, coiepxaiieit cpeny RPMI
1640, no6asky B27 6e3 nncyaunHa, 6 MM CHIR99021
(Bce — Thermo Fisher Scientific), 200 Mxr/mia mipu-
monmHa (InvivoGen), 1 OoCTaBIISIA KJIETKU Ha IBOE
cytok nipu 37°C B atmocdepe 5% CO,. Ha tperumii
IeHb nuddepeHLInpyolIecs KIeTKU TepeBOaNIN
Ha cpeny EGM-2 (Lonza) mist pocta 3HAOTEIMSI C 10-
6asnenuem 50 Hr/min VEGF, 25 ur/min bFGF (Bce —
Sci-store), 10 MmxM SB431542 (Stem cell technolo-
gies). B manbpHeiieM Ha mporsokeHuu emie 10 mHeit
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Taomuna 1. [TocnenoBarenbHOCTH TTpaiitMepoOB B peakuusix noiaykoanuectBeHHoro [P B pexxume peanrbHOro BpeMeHU

Ten ITocnenoBaTeIbHOCTD OJIMTOHYKJICOTUAOB, 5" — 3' JInuHa aMIIJIMKOHa, I1.H.
AGGCACCAGGGCGTGAT
ACTB GATAGCACAGCCTGGATAGCA 308
BoM CACCCCCACTGAAAAAGATG 167
ATATTAAAAAGCAAGCAAGCAGAA
TFRC GTCGCTGGTCAGTTCGTGATT 20
AGCAGTTGGCTGTTGTACCTCTC
TGCAACATGGAAGGTATTGC
HIF-la TTCACAAATCAGCACCAAGC 118
HIF-2 TGCTACGCCACCAGTACCA
a CAGTTCGGGCAGCAGGTAGG
GATTGGCTCCTTCTCTGTGG
GLUTI TCAAAGGACTTGCCCAGTTT 129
CAATGCTCCTGAGAAGATCATAA
GLUT3 AAAGCGGTTGACGAAGAGT 172
ACCTTCCATGTGAAGCAGCAA
BRACHYURY CTCCACAGTTGGGTTCATCTGTAA 258

KyJIbTypaM €XXeTHEBHO ITPOBOAMIA CMEHY ITOJIOBUHBI
SHAOTEJIMaIbHOMI cpenbl. I1pu Kcroabp30BaHUY B MIPO-
Tokojie nuddepeHrpoBku xemoknHa CCL2 (Bioleg-
end), ero KoHIeHTpalMsi B cpemax cocTtaBisuia 10
Hr/mi. OGoralieHue CyMMapHOI KyJbTYphl IOCIE
I @EepeHIMPOBKI SHAOTEINAIBHBIMN KJIETKAMU
MIPOBOIMINA METOIOM MAarHMTHOIO COPTHHIA C MM-
nmonb3oBaHueM aHtutea K CD31 (Miltenyi Biotec),
BBICEBa/I Ha KYJIbTYPaJIbHYIO IOBEPXHOCTh, IIOKPHI-
TYIO 4eJIOBEYECKMM KoJjuiareHoMm 4 turia (Sigma-Al-
drich) B cpene EGM2 (Lonza) u moMeimaiy B UHKY-
6atop tipu 5% CO, u 37°C.

Boidenenue PHK, cunmes k[HK u I11]P
8 pexcume peanbHo20 8peMeHU

PHK BbIgessiiv U3 KJIETOK ¢ IOMOIIBIO peaKTHUBa
TRIzol (Thermo Fisher Scientific) mo mHCTpyKuIMu
npousBoauteisa. Konuenrpanuo PHK B mpenapare
U3MEpSUIM ¢ MOMOIIbIO cIieKTpodoTroMeTpa Nano-
Drop. Cunte3 kK IHK npoBonuiu ¢ ncrioib3oBaHuEM
Haobopa SuperScript I1I First-Strand Synthesis System
(Thermo Fisher Scientific), Ha omHy peakimio oOpaT-
HOM TpaHCKPUIIIUY UCIOIb30BaIN 1 MKT TOTaJIbHOM
PHK. B kadectBe oTpuIIaTEILHOTO KOHTPOJISI MC-
MOJIb30BAJIN PEaKIIMOHHYIO CMeCh 0e3 peBepTasHhl.

Peakuuu IIILIP B pexume pealbHOTO BpEMEHU
nposoawmiau ¢ ITIHP-cmecpio BuoMacrep HS-qPCR
SYBR Blue (broiaabMMKC) 1o MHCTPYKLIMA ITPOM3BO-
nutenst Ha mpuoope LightCycler480 (Roche), mporpam-
ma 480 SW1.5.1. Kaxnprit oOpasel] aHATM3UPOBAJIN B
Tpex OWOJIOTUYECKUX U TPEX TEXHWUYECKUX TTOBTOPHO-
crsax. [TocnenoBaTebHOCTU MpaiiMepOB MPUBEACHBI
B TaOJ. 1. B KauecTBe pedhepeHCHBIX TeHOB OBIJIN BHI-

opansl ACTB, B2M n TFRC. TlonyKonmueCTBEeHHBIN
aHaJIM3 Pe3yJIbTaTOB MPOBOAWIN, UCIIONb3Yysd 0000-
meHHbIH MeTon AACt ¢ yueToM 3(p(HEKTUBHOCTH pe-
aKlMu, pacCCYNTAHHOM MO pe3yabTaTaM MOCTPOEHUS
KaJIMOPOBOYHOI KPUBOH IO TISITU TOUYKaM (pa3Bejie-
HUSI MAaTPULEI ¢ 1aroM B 11Tk pa3) (Hellemans et al.,
2008).

beakoeblit ummyHnoda0m

BenkoBblii 3KCTpakT rotoBwm u3 10° KIETOK B
oydepe RIPA (Sigma-Aldrich). 8 MKr 6ei1koBoro
9KCTpaKTa IJIsd KaxKa0ro oopasna pasaeisii ¢ IIOMO-
mweio 10% SDS-PAGE ¢ ucrnionb3oBaHrEM CUCTEMBI
BIORAD Mini-Protein Electrophoresis Tetra System
(Bio-Rad). benku nepenocunu Ha PVDF meM0OpaHny
(Bio-Rad) ¢ ucronb3oBaHueM CHUCTEMbI BJIAaXKHOTO
nepeHoca Mini Trans-Blot (Bio-Rad). MemOpany
JIeJIMJIM Ha IBE YACTU, pyKOBOACTBYSICh IIpeIOKpaIlie-
HBIM O€JIKOBBIM MapKepOM MOJIEKYJISIDHOTO Beca.
OnmHy 4yacTh MeMOpaHbl UCIOJB30BaIN JJIST MPEL-
MMUATALAM C UCCISAYEMbIM OEJIKOM, IPYTryIo — ¢ pede-
peHcHBIM O0enkoM ACTB mau SMCI. s netekuun
KCITOJIb30BAJIM KOHBIOTMPOBAaHHBIE C TIEPOKCUIA30i1
XpeHa BTopu4HbIe aHTUTeNa K [gG KpoimKa niu Mbl-
. CIIMCOK MEPBUYHBIX U BTOPUYHBIX AHTUTEN U UX
pa3BencHUs IpUBEIeHBI B Ta0JI. 2. JleTeKInIo XeMu-
JIIOMUHECIIEHTHOTO CHUTHajla OCYIIECTBIISLIM Ha0O0-
poM Bio-Rad Clarity Max Western ECL Substrate (13
pacuera 30 MKJI pabouero pacTsopa Ha 1 cM? MemMOpa-
Hb1) Ha mpubdope Bio-Rad ChemiDoc MP. [Iencuro-
METPUUYECKUI aHaU3 IJIs U3MEPEeHUsT pa3Iuuuii B
YPOBHSX GEJIKOB ObLT BBINOJMHEH C KCIOJIB30BaHUEM
nporpamMmbl ImagelJ (https://ij.imjoy.io/). [1o pe3ynbra-
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Tabmuuna 2. AHTUTEa, UCTIONb3YeMbIe ITPY UMMYHOOJIOTTUHTE 1 UMMYHOMIYOPECIIEHTHOM OKpallluBaHUN

AHTUTEHBI IIpousBonuTtennb Kang;f;bm HN3zotun PazBenenue
OCT4 Santa-Cruz SC-5279 INomuknonanbpHble IgG Kpomka 1/1000
NANOG Reprocell RCABO004P-F |IlonmuxkinoHansHbie IgG Kponuka 1/500
KLF4 Abcam Ab104846 MomnoxioHanbsHbie 1gG1 MBI 1/1000
SOX2 Cell Signaling 35798 IMonuxnonanbHbie [gG Kponuka 1/1000
TFCP2L1 MERK HPA029708 [MonuknoHanbHbIe IgG Kpoanka 1/1000
STAT3 Cell Signaling 9131 IMonuknoHnansHble IgG Kponnka 1/1000
HIF-1a Sigma Aldrich SAB2703132 Momnoxkionanshbie IgG1 kponuka 1/2500
HIF-2a Sigma Aldrich SAB2701992 MonoxiioHanbHble IgG1 kponuka 1/2500
SMCl1 Bethyl A300-055A IMomuxsonansHble IgG Kponuka 1/5000
ACTB Abcam ab228001 IMomuknoHanbHbIe IgG Kpoanka 1/5000
IgG mpbim + Jackson 715-035-150 INonuxnonansHeie IgG ocna 1/5000
+ nepokcugasa ImmunoResearch
IgG kponuka + Jackson 711-035-152 IMomuxnonansHeie IgG ocna 1/5000
+ nepokcunasa ImmunoResearch
CD 31 DAKO 14028292 MonoxknoHanbHble [gG1 MbllM 1/200
dakrop pon Life Technologies A21134 IMonuxnonanbHbie [gG Kponuka 1/200
Bunneopanna
GFAP DAKO 70334 [MomuknoHanbHbIe IgG Kpoanka 1/1000
CD90 eBioscience 14-0909-82 MoHoxJioHanbHble IgG 1 MbiiM 1/100
FOXA2 Santa Cruz Biotechnology | sc-374376 MomnoxiioHanbsHble 1gG1 MbIIM 1/100
TUBB3 BioLegend 801201 MomnoxionansHbie 1gG2a MBIm 1/500
aSMA DAKO MO0851 MoHokJoHanbHbie 1gG2a Mblu 1/100
AFP MABI1368 R&D MonoknoHanbHbie IgG 1 MbIIIN 1/200
IgM wmplmu + Invitrogen A21043 IMonuknonansHble IgG KO3bI 1/400
+ Alexa 568
IgG kponuka + Invitrogen A110088 IMomuxionaneHbie IgG KO3bI 1/400
+ Alexa 488

TaM M3MEPEHUI TTOTyJaid OTHOIIIEHUEe MHTEHCHUBHO-
CTeil CUTHAJIOB MCCIIeIyeMOoTro Oellka K pepepeHCHOMY.
CraticTiiecKre CpaBHEHUS TIPOBOIMIN C TIOMOIIIBIO
ONHO(MAKTOPHOTO AUCTIEPCHOHHOTO aHaIN3a.

IIpomounas yumomempus
U UMMYHOGAYOpecyeHmHoe OKpauueanue Kaemox

J1s1 XxapaKTepUCTUKM KJIETOYHBIX KYJIBTYp C I10-
MOIIIBIO IIPOTOYHOM LIUTOMETPUY IIPOBOIMIIN UX 1€3-
arperaiuio 1o OMHOKJIETOUYHOro coctosinust. Hedbuk-
CUpPOBaHHbIE KJIETKM OKPAIIMBaIN MOAUIOM IIPOITH-
IS 1 aHeKcWHOM V, KoHbormpoBaHHBIM ¢ FITC
(Habop kommaHuum Biolegend) mis onpeneneHus
XKMN3HECIMIOCOOHOCTH, a TakKKe (PIyopeclleHTHO Me-
YeHHBIMM aHTUTEJIAMU, XapaKTePU3YIOIIUMU pPa3HbIe
craguu guddepeHnposku ITCK B sHAOTEIMOLIUTHI:
CD31-APC (17-0319-42, eBioscience), VEGFR2-PE
(560494, BD Biosciences) u VE-Cadherin (17-0909-
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42, eBioscience), kak ormucaHo paHee (Vaskova et al.,
2015; Zakharova et al., 2017). B kauecTBe HEraTUBHO-
IO KOHTPOJISI UCIIOIb30BaIN HEOKpAIlleHHbIE KIIETKU
U KJIETKU, THKYOMPOBaHHBIE € (PIIyOpeCIEHTHO MEUEH-
HBIMU MMMYHOIJIOOYJIMHAMM MBI, COOTBETCTBYIO-
VMU M3O0THUILY IIPUMEHSIEMBIX MOHOKJIOHAJIbHBIX
anTuTen. AHaau3s kietok (10* co6wITuit) mpoBoauan
Ha npubdope FACSAria III (Becton Dickinson).

IIpu wnMMyHODITyOpEeCIIEeHTHOM OKpallnBaHUMN
KJIETKM, BbIpalllMBaeMble B KYJbTYpPaJIbHBIX IIaHIIIE-
Tax, pukcupoBanu 4% dopmanpaernmoM. [Iponemy-
pa UMMYHOOKpaIlIMBaHUs onucaHa paHee (Vaskova
et al., 2015; Zakharova et al., 2017, 2022). Mcrionb30-
BaHHbIEC AHTUTEJIA, UX IPOU3BOAUTEHN, BUTOBOE ITPO-
HUCXOXIEHWE W pa3BeleHUs TepevyucieHbl B Tao. 2.
[IpemapaThl aHaAMM3UPOBANU C IIOMOIIBIO MHBEPTU-
poBaHHOTO (IIYyOpECIIECHTHOTO MHUKpocKoIrra Nikon
Ti-E n nporpammsel Nikon AR.
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DYHKUYUOHANBHAS XAPAKMEPUCUKA
IHOOMENUANbHBIX KAeMOK

@dyopeclleHTHO MEUYEHHYI0 alleTHIMPOBAHHYIO
¢dhopMy IunornporenHa Hu3Koit miorHoctu (Thermo
Fisher Scientific) no6aBisiiv K 3HAOTEINATbHOM Cpe-
ne EGM-2 (Lonza) 6e3 ChIBOPOTKY B KOHLIEHTpalluK
15 MKT/MJI 1 THKYOMpPOBaIu KJIETKU B TeueHue 24 4.
CHnocoOGHOCTh 3HAOTEIMOLUTOB mornomaTtsk acLDL
aHAJIM3UPOBAJIM C TMOMOIIBIO HMHBEPTUPOBAHHOTO
dyopecueHTHOro MuKpockona Nikon Ti-E.

Ilpu TecTupoBaHUM AHTMOT€HHOTO MOTEHIMAsA
CYCIICH3UIO 3HIOTEIMAJIbHBIX KJIETOK B KOJUYECTBE
2 X 10° B cpene EGM-2 (Lonza) HAHOCWIX Ha CJIOM
n3 200 mxa matpureis (Corning), peaBapuTeIbHO
pa3BengeHHoro 1 : 1 co cpemoit EGM-2 u nonuMepu-
30BaHHOrO B TeyeHue 15 MuH ripu 37°C B JIyHKE IJ10-
wanpo 1 cM?. PABHOMEPHO pacIpenelisuld CyCIIEH3UIO
KJIETOK TIO TOBEPXHOCTU U MOMENIAIM B MHKYOaTop
npu 37°C. JeTeKIMIo KalISIPOIOA0OHBIX CTPYKTYP
npoBoawin yepe3 4 4. OueHka XapakTepucTUK Ka-
MWLISIPOIIOIOOHBIX CTPYKTYP, 0Opa30BaHHBIX HI0-
TeJIMaJIbHbIMU KJIETKaMU, TIPOBOJIWIACH C TIOMOIIIbIO
nporpaMmbl Angiolool (Zudaire et al., 2011).

PE3YJbTATHI
Bausnue xemorxuna CCL2 na ceoiicmea TICK

PanHee B enMHCTBEHHOM HCCJIEIOBAaHUM BIMSHUS
¢dakTopa CCL2 Ha cBOIiCTBa IUTIOPUIIOTEHTHBIX KJie-
TOK 4YeloBeKa ObLIO MOKa3aHO, 4TO Jo00aBlIEeHUE
CCL2 k UTICK yenoBeka NpUBOIUT K MOBBIIIIEHUIO
ypoBHs1 MPHK psina reHOB, XapaKTepHBIX IJIsI YCJIO-
BUi1 Tunokcuu (KuciaoponaHoro ronomnanust) (Hasega-
wa et al., 2014). MbI DpOaO/KIIM 3TO UCCIIeI0OBaHNE
" BbIsICHWIN, Kak gobasienne CCL2 k DCK (nmuHus
HuES9) u UTICK (nmunus K7-4) yenoBeka BAUsieT Ha
YypOBeHb KuciaopoazaBucuMbix OenkoB HIFIA n
HIF2A, Bxoasinux B COCTaB MYJILTUCYOBEAMHUYHO-
ro TPaHCKPUIILIMOHHOIO (paKkTopa, MHAYLHPYEMOIO
runokcueit (HIF). U3BectHo, uro HIF1A u HIF2A
JIeTpaarpyloT B KJIETKaX Mpu aTMochepHO KOHIICH-
Tpalyy KUCJIOPOaa, HO IIpY KOHLIEHTpALMK KMCIopoaa
MeHee 10% vix gerpamauys rpekparaercst, GopMupy-
ercss crabwibHblil pakTop HIF, CriocoOHBIA CBSI3bI-
BaThCs C caiiTaMu B IIPOMOTOpaX T'€HOB-MMUILIEHEH,
3aryckas rurokcudeckuit orseT (Hashimoto, Shiba-
saki, 2015). MbI oO0Hapyxuiu, yTo Kak B DCK, Tak u
B UIICK uenoBeka, oopadoranHbix CCL2 n Haxoms1-
LIMXCS TIPY aTMOC(hEepPHOI KOHILEHTPALIUM KUCIOPO-
ga (~21%), mpoucXOoOUT 3HAYUMOE IIOBBILIEHME
YPOBHEH OEJIKOB KMCIOPOI3aBUCUMEBIX CyObETUHMI]
HIF1A u HIF2A (puc. 1a). CnenyeT OoTMETUTDh, YTO
MpU 3TOM JOCTOBEpHOE MoBbIlIeHue ypoBHI MPHK ¢
noMmoluplo noaykonundyectseHHoro IIIIP B pexume
peaJbHOIO BPEMEHM IETEKTUPYETCS TOJIBKO JJIsI TeHa
HIF2A (puc. 16). Kpome Toro, Mbl yCTaHOBUJIU, YTO
B KJIETKAaX C MOBBILIEHHBIM ypoBHeM GenkoB HIFIA
n HIF2A npoucxonut nosbiieHne ypoBHss MPHK

TpaHcnopTepoB Ioko3bl GLUTI u GLUT3 (puc. 10),
SIBJISTFOLLIMXCST MUIIIEHBIO TPAHCKPUITLIMOHHOTO (haKTO-
pa HIF. Dto cBUneTensCTBYeT 00 aKTUBALIMM TUIIOKCH -
YECKOro OTBETa B IUIIOPUITIOTEHTHBIX KJIETKAax, B YacT-
HOCTH, 00 YCUJICHUU TNIMKOJUTUYECKOTO MeTaboam3ma
B IICK B npucyrcreun CCL2.

MBI BRIICHIIIHN, KaK nobasineHne CCL2 Banser Ha
YPOBEHb OEJIKOB TPAHCKPUMILIMOHHBIX (paKTOpOB, BO-
BJICUCHHBIX B TO[JIepXXaHUEe TUTIOpUITOTeHTHOCTU. C
TMOMOIIIBIO MTOJYKOJINYECTBEHHOTO UMMYHOOJIOTTUH-
ra Mbel moaTBepmi, 9to B IICK, oOpaboTaHHBIX
CCL2, pe3ko NOBHIIIAETCS YPOBEHb (hochopuiInpo-
BaHHOM (aKTUBHOI) (hOpMBI TPaHCKPUIIIIUOHHOTO
¢akropa STAT3 (puc. 2), 3a TpaHCAKTUBALIAIO KOTO-
poro otBeuaroT KuHasbl JAK1/2. Takum o6pazom, Mbl
elle pa3 MPOAEMOHCTPUMPOBAIM paHee YCTaHOBJIEH-
HBI dakT, yro B npucyrctBuu CCL2 B mmopumio-
TEHTHBIX KJIETKaX aKTUBUPYETCSl CUTHAIBHbBIN KacKal
JAK-STAT3. Kpome TOro, ImoayKoIm4ecTBeHHBIIA MM-
MYHOOJIOTTMHT MOKa3ajl 3Ha4YMMOe TIOBbILIIEHUE YPOB-
Hs 0enika 111 pakTopoB OCT4, NANOG, TFCP2L1 B
IUTIOPUITOTEHTHBIX KJIeTKaX, oopadboraHnHbix CCL2,
o cpaBHeHMIO ¢ [ICK, KynbTBHMpPYEeMBIMHI TOJIEKO B
npucytctBuu bFGF (puc. 2). I1oBbilieHrue ypOBHS
oenka KLF4 perncrpupoBajoch TOJLKO B JIMHUU
HUIICK, a SOX2 — tomsko B imHun DCK. BeposTHo,
9Tu paznuyus B aeiictBun CCL2 MOTyT OBITh CBsI3a-
HbI C UCXOAHBIM YPOBHEM TPAHCKPUMLIMOHHBIX (DaKk-
TOPOB BJIMHUSX TJTIOPUNIOTEHTHBIX KJ1eToK. Ecnu nuc-
XOIHBIN YpOBeHb HU3KUI — mpu godasieHun CCL2
HaO0JaeTCsl CTaTUCTUYECKU 3HAUYMMOE TTOBBIIIEe-
HUeE, €CJIM UCXOJIHbI ypOBEHb OJIM30K K MaKCUMaJb-
HO BO3MOXHOMY, TIpu KyabTuBupoBaHuu c¢ CCL2
BKJIIOUAIOTCSI TIOCTTPAHCIISLIMOHHBIE MEXaHU3MBbI,
MPEMSTCTBYIOIIME PE3KOMY TMOBBIIIEHUIO YPOBHS
oenka. CienyeT OTMETUTh, YTO MIPSIMBIMU MUILICHSI -
MU TpaHCKpUIIIHMOHHOIO pakTopa STAT3 saBistroTcs
reHsl NANOG, KLF4wn TFCP2L 1. U3BecTHO, 9TO 10~
BBIIIIEHHBINI ypOBeHb OejiKka TPaHCKPUILIMOHHBIX
¢akropoB TFCP2L1, KLF4 u NANOG gaBisgercs
cBoiictBoM HauBHBIX IICK (Messmer et al., 2019; An
et al., 2020; Bi et al., 2020). TakuM 00pa3oM, BEpOSITHO,
npucytcTBue B cpene xemoknHa CCL2 crmocobceTByeT
nepexony KynbtuBupyeMbIx ITCK uyenmoBeka B Oonee
BBICOKOE TITIOPUIIOTEHTHOE COCTOSTHHUE.

Ml noarBepauau, uto I1CK, KyJIbTUBUpYEMEIE B
npucytctBun CCL2, coxpaHsSIOT CIIOCOOHOCTD 1aBaTh
MPOU3BOJHbBIE TPEX 3aPOABIIIEBbIX JMCTKOB (KTO-,
ME30- U DHTOJAEPMBbI) TIPU CITOHTAHHOI nUddepeH-
HupoBKe (puc. 3).

Psin, 106aBOK, MCIONB3yeMBIX TIPU KYJIBTUBUPOBA-
Huu I1CK yesmoBeka, MOTYT MOHIKATh KM3HECTIOCO0-
HOCTh M BBI3bIBaTb I'0EJIb YaCTU KJIETOK B KYJIBEType
(Theunissen et al., 2014; Guo et al., 2017). B cBsi3u ¢
5TUM MBI TIPOAHAIM3UPOBAIN KU3HECIIOCOOHOCTD
IICK B npucyrctBun CCL2 1 6e3 Hero ¢ MOMOIIbIO
MapKepOB HEKPO3a U allollTo3a Moauaa Nponuans 1
aHHeKCUHa V METOJOM MPOTOYHON LIMTOMETPUU
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Puc. 1. lo6asnenne CCL2 K KyJIbType TUTIOPUITOTEHTHBIX CTBOJIOBBIX KJIETOK YEJIOBEKa BhI3BIBAET TMITOKCUYECKU OTBET ITPU
atMocepHOI KOoHIleHTpalnuu Kuciaopona. (a) [ToBwiieHre ypoBHEl OeIKOB KHMCIOpon3aBUCUMbIX cyobenuuuil HIF1A u
HIF2A npu kynetuBupoBaHuu ¢ xeMoknHoM CCL2 DCK nuaun HuES9 u UTICK nunuu K7-4. [IpuMepbsl UMMYHOOJIOTTUH-
ra 6enkoBbix au3aroB JuHUM HUES9. Ha numarpammax pa3maxa mpencTaBiieHbl OTHOCUTENbHbIe YpoBHU OenkoB HIF1A u
HIF2A, nopmupoBanHbie Ha ACTB u SMCI, Ha OCHOBaHUU JAaHHbBIX AEHCUTOMETPUHU MO pe3ysibTaTaM OeJIKOBOIO UMMY-
HOOJI0Ta ¢ JIM3aTaMUu SMOPUOHATBHBIX CTBOJOBBIX KJIeTOK HUES9 1 mHayuMpoBaHHBIX IUTIOPUMOTEHTHBIX CTBOJIOBBIX KJIETOK
K7-4, xynsruupyembix ¢ CCL2 (+CCL2) u 6e3 CCL2 (—CCL2). [Tpumepbl UMMYHOOJOTTUHTA OETKOBBIX JIM3ATOB MPENICTaB-
snenbl mist iuau HuES9. (6) CpaBHeHME OTHOCHUTENIBHOTO YPOBHSI 3KCIIPECCUM TEHOB, CBA3aHHBIX ¢ Tunokcueit: HIFIA v
HIF24 (a), GLUTI n GLUT3 (6), B kynbrypax DCK nuuun HuES9 u MIICK nunumn K7-4, BbIpallleHHBIX ¢ J00aBIeHUEM

(+CCL2) u 6e3 no6asnenus (—CCL2) xemoknna CCL2.

(puc. 4). K ymmBreHUIo, KI€TKA B IIPUCYTCTBUU
CCL2 He TOJBbKO HE CHUXKaJIY, HO BOCIIPOU3BOIMMO
JEMOHCTPUPOBAJIM CTAaTUCTUYECKU OOJiee BBICOKMIA
YPOBEHbB XU3HECITOCOOHOCTH, TT0 CPABHEHUIO C KJIET-
KaMu, KyJabTuBupyeMbiMu 6e3 CCL2.

Bauanue xemoxuna CCL2
Ha Hanpaeénaennyro ouggepenyuposxy ICK
6 SHdoOmenuanbHble NPOU3B00HbIE

B psne paboT mokaszaHo, YTO TUIIOKCHS U TOBbI-
1IIEHWE YPOBHSI KUCJIOPOA3aBUCUMBIX CYObEIUHMUII
HIF1A u HIF2A nipu atMmochepHO KOHIIEHTpalluu
KHMCJIOPOJA CIIOCOOCTBYET SHAOTeINATIbHON audde-
peannposke I1CK yenoBeka 1 MOBBIIIIAET aHTUOTSH-
HbIii TIOTEHIMAJ TIOJIYyYEHHBIX BHIOTEIUATbHBIX
MPOU3BOAHBIX 32 CUET PErysluUd FeHOB-MUIlIeHEeM
¢dakropa HIF (Podkalicka et al., 2020). DToT ahpekT
ObLT YCTaHOBJIEH MPU UCCIIEIOBAaHUN HAapaBJIeHHOM
SHIOTEINAIbHOI muddepeHIUPOBKN 0o0jiee YeM
50 muawnit ITCK. Ha ocHOBaHMM 3TOr0 MBI ITPEIITO-
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JIOXXUJIA, YTO MOBBILIEHUE OEJIKOBOTO YPOBHS CyOb-
equaul, HIF-1a u HIF-2a, Habmonaemoe B mpucyT-
ctBum pakropa CCL2, Takke MOXET UMETb TTO3UTHB-
HbIll 2¢bheKT Ha HalpaBJIEHHYIO 3HAOTEIUAJIbHYIO
nuddepenponKy IICK u cBoiictBa nuddepeHLIn-
POBaHHBIX MNPOMU3BOAHBLIX. JIJISI MPOBEPKU ITOTO
MPEeAIoaoXeHUs Mbl TPOBEIN DKCIIEPUMEHT MO Ha-
npaBjIeHHOU AuddepeHIIMPOBKE, B KOTOPOM JIMHUU
BCK u UIICK yenoseka, KynbTuBupyembie ¢ CCL2,
MOCeA0BATEIBbHO TTIOMELAIN B CPEAbI 11 ME30/IeP-
MaJbHOU 1 3HIOTeIualbHON AUddepeHIIUPOBKHU,
takxke conepxaiiue CCL2 (puc. 5). Insg KOHTpos
KynbTuBUpoBaHue McxonHbix auHuii ITCK 1 nx mo-
clenyionnyo 1uddepeHINPOBKY MTPOBOIUIN B Cpe-
nax 6e3 CCL2.

IMTocne nepBoro atana guddepenuporku [ICK B
Me30/IepMaIbHOM HAIIPaBJICHUU MbI C TIOMOIIBIO M-
Tona ronykoanmdectBeHHoro TP B pexxume peanb-
HOTO BpEMEHM IPOBEJIM aHaJMU3 3KCIIPECCUM TeHa,
KOTOPBIM KOOWPYET TPAHCKPUIILIMOHHBII (aKTop
BRACHYURY, asagromniics KII0UeBBIM IS 3aITyC-
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Puc. 2. OTHOCUTETBbHBIN YPOBEHB OEJIKOB TPAHCKPUTIIIMOHHBIX (PaKTOPOB TUTIOPUTIOTEHTHOCTU NP KYJTBTUBUPOBAHUHN TUTIO-
PMITIOTEHTHBIX CTBOJIOBBIX KJIETOK 4enoBeka ¢ XxeMokMHOM CCL2 (+CCL2) u 6e3 Hero (—CCL2). Ha auarpammax pa3maxa
TIpeaCcTaBIeHbl OTHOCUTEIbHBIE YPOBHM (pochoprymmpoBaHHOM (DOPMBI TpaHCKpUITIHMOHHOTO (pakTopa STAT3, a Takke dak-
topoB OCT4, TFCP2L1, KLF4, NANOG, SOX2, HopmupoBanhbsie Ha ACTB u SMC1, Ha ocCHOBaHUM JaHHBIX ICHCUTOMET-
pUM MO pe3ysibTaTaM OeJIKOBOro MMMYHOOJIOTA C JI3aTaMU 9MOPUOHATBHBIX CTBOJIOBBIX Kj1eTOK HUES9 u mHayunpoBaHHBIX
TUTIOPUTIOTEHTHBIX CTBOJIOBBIX KieToK K7-4. TlpuMepbl MIMMYHOOGJIOTTHHIA OEJKOBBIX JIM3aTOB TMPENCTABICHbBI IJIsI JIMHUMU
HuES9.

DKTomepMa Mesonepma DHTOHEpMa

HuES9

K7-4

Puc. 3. [IpousBomHbIe TpeX MEPBUIHBIX 3aPOIBIIIEBBIX JIUCTKOB (9KTO-, ME30- U SHTOAECPMBI), ETEKTUPYEeMbIe B TIPOU3BOII-
HbIXx DCK muaun HuES9 u UTTCK muauu K7-4 mocie crioHTaHHOM nuddepeHpoBku. JInneiika — 100 MKM.
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Puc. 4. XXuznecnocobHocts DCK wyenoBeka IUHUM
HuES9 u UTICK nunuu K7-4, kynpTuBrUpyembIx 0e3 10-
6aBnenust (—CCL2) u c no6asienuem xemokuna CCL2
(+CCL2).

Ka pasBUTUSI Me3oaepMbl (puc. 6a). Pe3ynbTaThl mMo-
Ka3bIBalOT, YTO OTHOCHUTENBbHBIM ypoBeHb MPHK
JaHHOTO TeHa IOCTOBEPHO HE OTIMYACTCS MEXIY
kierkamu JuHuii HUES9 u K7-4, nuddepennupyro-
mmmucsg ¢ CCL2 n 6e3 Hero. Taknm oopazom, CCL2
He cHIKaeT 3(p(PEeKTUBHOCTh Me30IepMaJIbHOM 11 -
depeHIIMPOBKHU.

Ha BTOpOiT U BOCbMOI1 JeHb HEIOCPENCTBEHHO
sHpoTteananbHoit nuddepenuuponku IICK B cpene
EGM-2 MBI oneHWIN coaepKaHUE SHIOTEINATb-
HBIX MPEIIIECTBEHHUKOB M0 HaJIWYHWIO pelierTopa
VEGFR2, a Takke moimo KieTok ¢ Mapkepamu VE-
Cadherin n CD31, xapakTepHBIMH IJIsT O0jIee 103/ -
HUX CTaAuil 3HIOTeNHaIbHONU AUMPEPEHIIMPOBKH.
Ha Bropoit nens nuddepeHIMPOBaHHBIE TTPOU3BOI-
Hble, nonydeHHbsle ¢ CCL2, numenu Ha 20% OoJiblile
kieToK ¢ MapkepoM VE-Cadherin, KoTopblii Xapak-
TepeH 0OoJiee MO3OHUM CTaOUusSIM SHOOTEIHATbLHOM

OkcnepuMenT: +10 ur/ma CCL2

mnddeppeHINpPoBKU (puc. 66). DUHATBHBIE PE3Yib-
TaThl O nojie kjaeTok ¢ Mapkepamu VEGFR2, VE-
Cadherin 1 CD31 Ha BoCcbMOIl IeHb HE OTINYAIUCH
Mexnay auddepeHINPOBAHHBIMU ITPON3BOIHBIMM,
MOJIY4eHHBIMU OOBIYHBIM CITOCOOOM, U C MCITOIb30-
BaaueM CCL2 (puc. 6B). Takum 06pa3omM, mpuMeHe-
Hue CCL2 He ynydniaeT M He yxyamaeT 3p¢deKTuB-
HOCTbh IIPOTOKOJIa HANpaBJI€HHON 3HAOTEIMAIbHOM
I @depeHLIMPOBKY, OIHAKO, BEPOSITHO, CITOCO0-
CTByeT OoJiee OBICTPOMY II€ePEXOIy SHAOTEINATbHBIX
MpennIeCTBEHHUKOB K cTaguu 0ojee 3peibix VE-
Cadherin-TI03UTUBHBIX SHIOTEINATIBHBIX IIPOU3BOI~
HBIX.

OHAOTeNnaJIbHbIE KIETKU, MOJYYEHHbIE B PE3YJib-
TaTe HalpaBJeHHON U depeHIIMPOBKY IBYX JUHUIA
I1CK yenoBeka B npucyrcTBuu pakropa CCL2, 06-
JIalatoT XapaKTepHbIMU MPU3HAKAMU: TTO3UTUBHbI T10
Mapkepy 3peablx saHgoreanouuTos CD31, cuHTe3u-
pytoT ¢dakTop poH Bunnedbpanaa, momionaroT alie-
TWIMPOBaHHYIO (OpMYy JIMIONPOTEUHA HUBKOM
TUIOTHOCTH (puc. 7).

IIpu uccnenoBaHUM aHTUOTEHHOTO TMOTEHIIMAJA
MO CITOCOOHOCTU 00pa30BbIBATh KANMJUISIPOTION00-
HblE€ CTPYKTYPbl B MaTrpurejie Mbl OOHapyXWJIU, UYTO
SHAOTEIUAIbHbIE TMPOU3BOAHbBIC, TOJYYECHHbIE C
CCL2, uMEIOT CTaTUCTUYECKN TOCTOBEPHBIE IIpe-
UMyIecTBa Mo oOIel MIMHE CeTU KanmuuUISipono-
JMIOOHBIX CTPYKTYpP, a TAKXKe YUCTY TOYEK BETBJICHUS
(puc. 8). Takum 0Opa3oM, SHIOTEIMOLIUTHI, MOJYYEH-
HBIe ¥ TomIepXXrBaeMble ¢ ncromb3oBanmemM CCL2,
JIEMOHCTPUPYIOT 0oJiee BBICOKMIT aHTMOT€HHBIN MO-
TEeHIIMAaI.

OBCYXIEHHWNE

IlepBric wucciienoBaHUSI OTPULIAIA HEOOXOIM-
MocTh (pakTopa LIF 1 3a1mmryckaeMoro M CUTHaJIbHOTO
kackana JAK-STAT3 B nogaep:xkanuu ITCK yenoBeka,
IPUITMCHIBAsE KJIIOYEBYIO pOJIb CUTHAILHOMY IIYyTU
TGFB-ACTIVIN-NODAL, aktuBupyemomy akro-
poM bFGF (Matsuda et al., 1999; Dahéron et al.,
2004). ITo3xe 6bUTO TTOKa3aHO, 4To ImyTh JAK-STAT3,

Kourpons: —CCL2

ié MKM

NCK /' cHIR99021

} 50 1r/ma VEGF
25 ur/mn bFGF
10 MkM SB431542

MarHuTHbII COPTUHT
CD31+

3penbie
OHOOTCIINOLINTHI

Me3zonepmaibHas DHpoTenuanbHas IMponudepanus
nuddepeHIMpoBKa nuddepeHIImpoBKa SHIOTEIMOLIMTOB
Jenn 0 JeHnb 2 Hensn 10

Puc. 5. Cxema HarpaBiieHHOI 3HAoTeInanbHOMi nuddepenmposku [TICK yenoBeka.
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Puc. 6. DddexTrBHOCTh HaNTPaBIEHHON Me30epMaIbHOM 1 dHIOTEINAIbHOMN MU dhepeHIIMPOBKU IUTIOPUTTOTEHTHBIX CTBO-
noBbix kiaetok JuHuit HUES9 u K7-4, kynpruBupyembix 6e3 gobasineHusi (—CCL2) u c nobasineHuem xemokuHa CCL2
(+CCL2). (a) OtHOocuTenbHBIN ypoBeHb dKcnipeccun MPHK rena BRACHYURY — paHHero MapkKepa Me301epMaibHOM T -
depeHumposku. (0) KomuyecTBeHHast olleHKa MapKepoB HAOTEMANIbHON TuddepeHLIMPOBKY METOAOM MPOTOYHOM LIUTO-

METpUH.

XOTSI U HE CITOCOOEH MOAAePKUBATh TLUIFOPUITOTCHT-
HOCTB KJIETOK YeJIoBeKa caM I1o cebe, TeM He MecHee
CIOCOOCTBYET aKTUBALIMU T€HOB TLIIOPUIIOTEHTHOTO
coctossHus (Collier, Rugg-Gunn, 2018). bosee Toro,
B ogHOM M3 mpoTokonoB dakrop LIF coBmecTHO C
mobapneHueM wuHruouropos kwuHa3z CHIR99021,
PD0325901, G066983 mo03BOAsIET OOXOAUTHCS IIPU
kyneruBupoBannu [1CK gyenoseka 0e3 pakropa bFGF

n nipuonmkaet [TCK 1o cBoiicTBaM K OiractoMepam
paHHux (32—64 KJIeTKU) NOpPeUMIUIAHTALMOHHBIX
onactouuct (Guo et al., 2017). B aToii pabote MBI 1c-
cJie0BaI BO3MOXHOCTH UCHOIb30BAaHUS TPU KYIb-
tuBnpoBanuu u n1nddepenumponke [ICK gemoBeka
xemoknHa CCL?2, KoTopEIif, Kak OBIJIO TTOKAa3aHO pa-
Hee, 06JagaeT CBOMCTBOM aKTUBUPOBATH CUTHAIIb-
o1l myTh JAK-STAT3 (Hasegawa et al., 2014), Ho no
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CD31

—CCL2

+CCL2

vWF acLDL

Puc. 7. DanorenunanbHble TpousBonHbie [ICK, monyueHHEIe B pe3yabTraTe nuddepenumpoku tuan HuES9 6e3 no6aBienus
(—CCL2) u c no6asnenuem xemokuHa CCL2 (+CCL2), 1eMOHCTPpUPYIOT CBOMCTBA, XapaKTepHbIE SHAOTETMOLUTAM: UMEIOT
noBepxHOoCTHBIM aHTUreH CD31, cuHTe3upyloT ¢akTop ¢hoH Buieopanga (VWF), MeTabo1u3upyoT alleTUJIMPOBaHHYIO (hop-
My JiTionporenHa Hu3koi rtotHocTu (acLDL). Sinpa okpamenst DAPI. Jluneiika — 100 Mxwm.

CHX TIOP IMIPAKTUIECKHN HE IIPUMEHSIETCS 111 padOThI
¢ IICK. B naHHOM ucclienoBaHUM MblI MPOJIEMOH-
ctpupoBaiu, uro npumeHenne CCL2 mmpu KyJIbTUBHU-
poBanuu IICK denoBeka cTaTUCTMYECKU 3HAYMMO
MOBHILIIAET YPOBEHb OEJIKOB KJIIOUEBBIX TPAHCKPUII-
nuoHHBIX pakTopoB OCT4, NANOG, SOX2, KLF4
u TFCP2L1, a rakxe ¢pochopuimpoBaHHOM (aKTUB-
Hoi1) popmbl STAT3, uTo XapakTepHO IJIsI Tiepexoaa
INICK K cocTosiHUIO “HauBHOI” TUTIOPUITOTEHTHO-
ctu. Pe3ybTarhl Halllero nCCaIeI0BaHMS COIJIACYIOTCS C
paHee MoJIydeHHbIMU JaHHBIMU B padoTax Ha UTICK
yenoBeka (Hasegawa et al., 2014) u cBUOETENbCTBY-
o1, yTo CCL2 nmeiicTBUTEIILHO CIIOCOOEH aKTUBUPO-
BaTh curHaibHbIN Kackan JAK-STAT3 u nmoBeIlLIaTh
YPOBEHb 3KCIIPECCUU OEIKOB, I'eHbl KOTOPHIX SIBJIsI-
IOTCSI MUIIEHSMM TPaHCKPUIILIMOHHOIO ¢axkrTopa
STAT3. Takum o0Opa3oM, Hallu HaHHBIC IMOATBEP-
JKIAlOT paHee ycTaHOBJIeHHbIH dakT, uto CCL2 cno-
coOeH aKTUBHMPOBAThb TOT K€ CUTHAJIBHBIM KacKam,
yro u LIF, a, ciegoBaTeabHO, CBUICTEILCTBYIOT B
MOJIb3y CASIAaHHOTO paHee 3aKJII0YESHMS O BO3MOXK-
HOCTHM paccMaTpuUBaTh 3TH IBa (pakTopa Kak aibTep-
HaATUBY JAPYT ApyTy Npu KyabTuBUpoBaHuu I[TCK.

I[Ipy moHMKEHHON KOHIEHTpalluM KHCJIopoda
(menee 10%) ren 6enka CCL2 gBIIsieTCss MUIIIEHBIO M
AKTUBUPYETCS TeTePOIAUMEPHBIM TPAaHCKPUIILIMOHHBIM
¢dakropom HIF, B cocTaB KOTOpOTO BXOAUT CyOBEA-
Huua HIF1A (Mojsilovic-Petrovic et al., 2007; Baay-
Guzman et al., 2012). Takke paHee ObLIO ITOKa3aHO,
YTO HpU aTOMOC(HEPHOM KOHIIEHTpALMU KUCI0pOoaa
o0enok CCL2, cBA3BIBAIOIIMIICS C pELISITOPOM Ha IT0-
BEPXHOCTHU KJIETKU, IIPUBOAUT K IMTOBBIIICHUIO YPOB-
Hs1 MPHK cyobsenununer HIF2A u psiga reHOB rumno-
kcuueckoro orBeTa B [ICK uenoBeka (Hasegawa et al.,
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2014). B naHHOM MCCIIeIOBaHUT MBI YCTAaHOBUJIN, YTO B
TICK, Kyn1bTUBUPYEMBIX TTPY aTMOC(HEPHOMN KOHIIEH-
Tparuu kuciaopona 21% B npucyrctBun CCL2 3Ha-
YMMO ITOBBIIIAETCS YPOBEHB O€/IKa IBYX KUCI0POa3a-
BUCHMBIX CYOBEIMHUIL TPAHCKPUITIIMOHHOTO (paKkTopa
HIF: HIF1A u HIF2A. ITogoOHBIM CBOICTBOM MO-
BBHIIIATh ypoBeHb Oenka HIF rpu atMmocdepHOi KOH-
LeHTpal1 KUCIopoaa o0lafaoT TaK Ha3bIBaeMbIe
BEIECTBA-MUMETUKU TUTIOKCUM, TaKUe KaK XJOPUI
kobanbTa(ll) (CoCl,) U IUMETWIOKCATWITIULIMH
(DMOG) (Mojsilovic-Petrovic et al., 2007; Bino et al.,
2016). MUMETHUKY TUTIOKCUH UCTTONIBL3YIOT IIPU padboTe ¢
pa3HBIMU TUIIAMU KJIETOK, BKJIIOYAsl TUTFOPUITOTEHT -
HBIE, B YACTHOCTU, X IIPUMEHSIOT B IIPOTOKOJIaX Ha-
npasiieHHOI muddepennupoBku (Ng et al., 2011;
Jeon et al., 2014; Zhdanov et al., 2015; Biné et al.,
2016; Salikhova et al., 2020). Heyno6¢TBO MCIOIB30-
BaHusi CoCl, u DMOG cBsizaHO ¢ TeM, UTO OHU TOK-
CUYHBI IJIsI KJIETOK M CHMXKAIOT XKM3HECIIOCOOHOCTh
(Isajaet al., 2020). MbI mokaszanu, yro CCL2 obnanga-
€T CBOMCTBAMM MUMETHUKA TMUIIOKCUHU, IIPU 3TOM HE
SIBJISIETCSI TOKCUYHBIM [JIsI IUTIOPUIIOTEHTHBIX Kile-
TOK, a, HAIpOTHUB, IIOBBIIIAET MX >XXMW3HECHOCOO-
HocTb. CoCl, 1 DMOG 06bIYHO MCHOJB3YIOT IS
KPaTKOBPEMEHHOI'O KYJIbTUBUPOBAHUSI C KJIETKAaMU B
TeueHre HecKoJIbKUX gHeit, CCL2 MOXXHO MCTIOIB30-
BaThb IIPU JJIUTEIbHOM KYJIbTUBAPOBAHUU, [IPU HEOO-
XOIUMOCTU — Ha TMPOTSLKEHUU IECSITKOB Taccaxeit.
Tem He MeHee, cllenyeT YYUTHIBATh, YTO TUITOKCHUYE-
CKUii oTBeT, BeI3bIBaeMbIit CCL2, oTimyaeTcs oT oT-
BeTa KJIETOK MPU MOHKEHHOM KOHIIEHTpAIuu KHC-
nopona. B ycnosusix 5% O, kynbrypsl [1ICK yentoBeka
B IIepBbIc 48 4acoB BO BpeMsl aJanTalli K TUIIOKCUN
aktuBupyercss HIF1A, mocne dero emMy Ha CMEHY
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Cpennsis IimHa
COCYyI0NOA0OHBIX CTPYKTYD,

Puc. 8. AHruoreHHblit moreHMan in vitro nuddepeHIUPOBaHHBIX dHAO0TeNUANTbHBIX Mpou3BoaHbIX [1CK uenoBeka JTuHMiA
HuES9 u K7-4, nonyueHnbix 6e3 nodasnenusi (—CCL2) u ¢ no6abnenuem xemokuHa CCL2 (+CCL2). (a) PenpeseHtaTuBHOE
U300paxkeHre CETU COCYIOIONO0HBIX CTPYKTYP PHAOTeNMaTbHbIX Mpou3BonHbix HUESY Ha cnoe matpurens. JIuneiika — 100 Mxm.
(6) KonmmyectBeHHast olieHKa OOIIIeH U CpeaHel IUTMHBI COCYIOTIONOOHBIX CTPYKTYP, OOIIET0 KOJIMIECTBA TOYEK BETBIICHYSI.

npuxogutT HIF2A, koTopbelii Ioagep:KMBaeT IIW-
TEJIbHBIM TUITOKCUYECKUI OTBET IUIIOPUIIOTEHTHBIX
kieTok (Narvi et al., 2013; Forristal et al., 2010). ITpu
ncnojb3oBann CCL2 MBI OTHOBpEMEHHO JeTEKTH -
poBaym BEICOKMIT ypoBeHb OenkoB HIF1A m HIF2A
1nocJie 4eThipex maccaxeii (okoiio 20 nHeit).

WN3BectHO, yTo HIF sIBIsIeTCSI aKTMBATOPOM T'€HOB
TUTIOPUIIOTEHTHOCTHU M CIIOCOOCTBYET MOMASPKAHUIO
runopurnoTeHTHoro cocrosinus (Forristal et al., 2010;
Narva et al., 2013; Sugimoto et al., 2018). DTo m03BO-
JIIeT MPEeaNoa0XKUTh, YTO HaGII01aeMOe MOBBILIE-

HUe ypoBHS (pakTopoB mnopunoreHTHoCcTH B [ICK
yejoBeKa, KymbTuBUpyeMbix ¢ CCL2, MOXeT mocTh-
raTbCsl He TOJIBKO 3a CUET 3aIlycKa CUTHAJIBLHOTO 1Ty~
™ JAK-STAT3, HO TakxKe peryampyeTcs U IpyruMu
CUTHAJIbHBIMU KacKalaMM, 3allyCKaeMbIMU TpaH-
CKpUMUMOHHBIM (pakTopom HIF.

CCL2 xopo110o 3apeKOMEeHI0Ba ceOsI IIPY UCIOJIb-
30BaHUM B IIPOTOKOJIE SHAOTEINAIBEHOM Mg depeHIIN-
poBkHu. OH He cHuXaeT adekTuBHOCTH nTuddepeH-
IUPOBKH B Me30AcpMAaILHOM HaMpaBIIeHHH, O YeM
CBUIIETEILCTBYET OTCYTCTBHE CTAaTMCTMUYECKW 3HAYM-
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MBIX oTsImunii B ypoBHe MPHK ocHOBHOTO TpaHCKpHII-
1IMoHHOTO (bakTopa Mezonepmbl BRACHYURY mexny
KyJIbTypamMu, IudepeHINPYIOMUMUCT B IIPUCYT-
ctBum CCL2 m 6e3 Hero. Kpome Toro, Ha BTOpOit
JIeHb SHAOTETUANTBHOM T depeHLIMPOBKH Y KYJIBTYP C
CCL2 BBISIBIISIOCH 3HAYMMO OOJbIIE KJICTOK, ITO3M-
TuBHBIX 0 VE-Cadherin. Takum o6pa3oM, KyJIBTYPHI C
CCL2 opIcTpee NPOXOAsIT CTaOuI0 dHIOTETUATIBHBIX
MPEAIIECTBEHHUKOB U IIEPEXOAsiT Ha CJIeOyIollune
CTaguM SHAOTEINATIbHON M OEepeHIIMPOBKI K CO-
3peBaHMIo KiieTok. [Tomyuennsie B mpucyrersun CCL2
SHJIOTEIUOLMThI IO CPAaBHEHUIO C KOHTPOJIEM Je-
MOHCTPUPYIOT 00Jiee BEICOKIMIT aHTMOT€HHBIN ITOTEH-
ouajJ B TecTe o0pa3oBaHUS KanuJLISIPONOI0OHBIX
CTYKTyp B Matpureje. IloBblllleHMEe aHTHMOT€HHOIO
MOTEeHIIMAJIa YHIOTEINAIbHBIX KJIETOK OOBIYHO CBSI-
3bIBAlOT C U3MEHEHUSIMU B 3KCIIPECCUU TE€HOB, OT-
BETCTBEHHBIX 324 MUTPALIIO M CUHTE3 BHEKJIETOYHOTI'O
Mmarpukca. M3BecTHO, 4TO TOT0OHBIE 3(P(PEKTHI BO3-
HUKAIOT B 9HAOTEJUAJIbHBIX KJIETKAX, HaXOMSIIUXCS
B YCJIOBUSIX KHUCJIOPOIHOTO IOJIOJAHMSI, a TAKXKe TIpU
noBbeireHn ypoBHeit 6enkoB HIF1A n HIF2A nipn
aTMoc(epHO KOHILEHTpauuu Kuciaopona (Sarkar
et al., 2009; Skuli et al., 2009; Schodel et al., 2011;
Hashimoto, Shibasaki, 2015; Hashimoto et al., 2016).

Takum obpaszoM, Mbl noka3anu, yto ITCK yesnoBe-
Ka, oopadoranHele CCL2, MMeIoT BBHICOKUIT YPOBEHb
cyorenmaui, HIF1A u HIF2A, HeoOXomnMbIX 11 3a-
MMycKa 'MMOKCUYECKOro OTBETa, aKTUBUPYIOT KITIoUe-
Bble MapKepbl IunopunoreHTHOCTH OCT4, NANOG,
SOX2, KLF4 n TFCP2L1 Ha ypoBHe Oenka, a TakkKe
MOJIOXKUTEbHO BJIMSIOT Ha HAIpPaBJICHHYIO dHIOTe-
JMATbHYI0 TUOEPEHIIUPOBKY KIIETOK, YCHIIMBAS
aHTHMOTeHHBIE CBOIMCTBA IMTOJydeHHBIX TU(hDepeHIIN -
pPOBaHHBIX MPOU3BOAHBIX. MBI HajieeMcsl, UTO OOHa-
pyxeHHble HamMu 3P dekTel paktopa CCL2 Oymyt
CITOCOOCTBOBATH €ro 00JIee MMPOKOMY TPUMEHEHUIO
tst monydyeHust v nomaepxanusi [TCK yenoseka, a
TaKKe MCITOJIb30BAHMIO B TIPOTOKOJIAX HAITpaBJIeH-
Holt nnddepeHINPOBKU.
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Chemokine CCL2 Activates Hypoxia Response Factors Regulating Pluripotency
and Directed Endothelial Differentiation of Human Pluripotent Stem Cells

A. 1. Shevchenko!, A. M. Arssan!, S. M. Zakian!, and I. 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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HccienoBany BIMsSHUE TOCTOSTHHOTO M €CTECTBEHHOTO PEXKMMOB OCBEIIeHMsI B COYETAHNU C Pa3HBIMU pe-
KMMaMM KOPMJIEHUSI Ha aKTUBHOCTh (DEPMEHTOB SHEPreTUUYECKOTO U YIJIEBOOHOrO OOMeHAa B MbIIILIAX U
TIEYEHHM CETOJIETKOB JIOCOCS, UCKYCCTBEHHO BHIpAllIMBAa€MBIX B aKBaKYyJIbTYpPE B YCIOBUSIX IOXKHOTO PErMOHa
Poccuu. BuisiBieHHBIE MEXTPYIIIIOBBIC pa3IMuus B aKTUBHOCTU UCCIAEAYEMbIX (DEPMEHTOB Y CETrOJIETKOB
YKa3bIBAaIOT Ha OTJIMYMS B YPOBHE SHEPreTMYSCKOTO OOMeHa M MCITOJIb30BaHMS YIJIEBOIOB B IIpoOlieccax
cuHTe3a AT® u npyrux nytsax OMOCUHTE3a B MBIIIIIAX U IIEYEHU B 3aBUCMMOCTHU OT YCJIOBUI OCBEILCHUS, B
TOM YMCJIE B COYSTAHUHU C pEXXUMOM KOopMJIeHUs. BbICOKMIT ypOBeHb a3p0OHOro 06MeHa B MBIIILIAX U YCU-
JIEHHME UCITOJIb30BAaHUS YIJIEBOAOB B IJIMKOJIU3€ B IIEYEHU PbIO Y CETOJIETKOB JIOCOCS, BbIPALLIEHHBIX IIPU IO~
CTOSTHHOM OCBEIIIEHNM, COOTBETCTBOBAJIM MX HAMOOJILIIIEMY CpeTHEMY IIPUPOCTY MAcCHL. Y ocobeii 13 Bcex
SKCIIEPUMEHTAJIbHBIX TPYII YCTAHOBJIECHBI U3MEHEHHS B aKTUBHOCTH UCCIIEIYeMBIX (PepMEHTOB B 3aBUCH -
MOCTHU OT BpeMeHM MOocJjIe Hadajla SKCIIepUMeEHTa, CBUIETSIbCTBYIONINE 00 YBEIMYEHNU YPOBHEI a3pOOHO-
ro ¥ aHa3pOOHOro 06GMeHa B MBIIIAX 1 IMKOJIM3a B IIEUeHU, HEOOXOAUMBIX JIJISI OCYILECTBICHUS ITPOLIEC-
COB OMOCHHTE3a.

Karouesvie cnosa: horonepunon, aTIaHTUYECKUI IOCOCh, aKTUBHOCTB (DEPMEHTOB SHEPreTUYECKOro ooMeHa
DOI: 10.31857/50475145023020039, EDN: XEWVOW

BBEAEHUE

M3BecTHO, UTO CBET — 3KM3HEHHO BaXKHBII aOUMOTU-
YeCKMi1 (haKTOp, KOTOPHIA OKa3bIBAET CYIIIECTBEHHOE
BO3JIEICTBIE Ha Pa3BUTHE U POCT PhIO HA TIPOTSKEHUN
BCETO UX XKU3HEHHOTO LKA [IpsIMO 1T KOCBEHHO OH
BJIMSICT HA MUILEBOE ITOBEICHME, TIaBaTEeIbHYIO aK-
TUBHOCTb, OOY4YeHUE, MUTPALUI0O U Pa3MHOXEHUE
pBIO, a y JIOCOCEBBIX TaK K¢ U Ha HACTYIUICHUE MIeproaa
CMONTU(UKALIMY, TTOCPEACTBOM BIMSIHUS Ha SHIOTE€H-
HbIE PUTMBI ¥ YPOBHU LIMPKYJIMPYIOLIUX TOPMOHOB PO-
cra (Boeuf, Le Bail, 1999; Bjornsson et al., 2000; Taylor
et al., 2006; Sonmez et al., 2009; Migaud et al., 2010).
B akBakynbType yIIMHEHNE CBETOBOTO JHS UCTIOIb-
3yeTcs TSI yBEIMYEHUSI CKOPOCTU pOCTa PHIO, UTO, B
CBOIO 0Yepeb, 00YCIOBIEHO afalITUBHBIMU N3MEHE-
HUSAMU OMOXUMUYECKOTO META0OIU3MA.

BaxxHbIM mapaMeTpoOM OLIEHKM COCTOSIHUSI Opra-
HM3Ma Ha pa3HbIX 3TallaxX MHINBUIYaJILHOTO PA3BUTUS
SIBIISIETCSI DHEpreTUueckuii odbmeH. Tak, Hampumep,
BKJIaJ, B CyMMapHoOe ITOTpebJieHne 3HEpPTruu TaKUX

MIPOLIECCOB, KaK pocT, nuddepeHLupoBKa U GOpMO-
oOpa3oBaHMe 3HAYMTEILHO MEHSIETCS Ha Pa3HbIX CTa-
nusix pasButust (O3epHiok, 1985). s olleHKU ypoB-
Hell BHepreTMYecKoro MerabojiM3Ma UCCAeAyloT aK-
TUBHOCTb OCHOBHBIX (DepMEHTOB JIbIXaTeJIbHON 1Ienu
U IJIMKOJIM3a. AKTUBHOCTB LIMTOXPOM ¢ oKcuaasbl (L1O)
JIbIXaTeJIbHOM 1IeM MUTOXOHIIPUI UCTOB3YeTCsl MPU
OLIEHKE YPOBHSI a3po0HOro oomMeHa B TKaHsx (Gauthier
et al., 2008). JlakratnernaporeHasa (JIII') B 0enbix
MBIIIEYHBIX BOJIOKHAX KaTalu3upyeT KOHEUHYIO pe-
aKIMI0 aHAa’pPOOHOTO TJIMKOJIM3a, B CBSI3U C YeM aK-
TUBHOCTb 3TOTO (hepMeHTa yKa3blBaeT Ha YPOBEHb
aHaspobHoro ob6bmeHa (Somero, Childress, 1980).
3HauyeHUs1 aKTUBHOCTU (hepMEHTOB TyTell OKUCIIEHMS
IJTIOKO3bl MOTYT pacCMaTpUBaThCs MPU XapaKTepUCTU-
K€ YPOBHSI MCMOJIb30BaHUs YIJIEBOAOB B OMOCUHTE3e 1
sHepreTndeckoM Meradbommame. [upyBarkunaza (ITK)
SBJISIETCS KJIIOYEBbIM (hePMEHTOM IJIMKOJM3a, KaTa-
JIM3UPYET peakiivio NpeBpaiieHust GocodoeHoNu -
pyBaTa B MMpyBaT, U ypOBEHb €€ aKTUBHOCTHU XapaK-
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Tabomuna 1. CpenHsisg Mmacca pbIO, UCTIOIB3YEMBIX IJ1S1 aHATTU3a

6 ceHTIODPS 6 OKTSAODST 9 HOSIGDPS
I'pynina
Macca JUTMHA Macca JUTMHA Macca IUTMHA
Kontposs 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
OrpIT 2 6.11 £0.91 8.05 %+ 0.40 11.93 £1.33 10.13 £0.39

TepusyeT UHTEHCMBHOCTh 3TOTO Tpoliecca. Ajbaojas3a
(pepMEHT IMKOIN3a) — KaTaJIM3UpyeT 00pa3oBaHMe
IUTHApOKcUanieToHdocdara M WIMIEpaTbIeTna-3-
docdara, KoTOpEIe BIOCISACTBUM YYaCTBYIOT B IIPO-
1leccax IMKOJIN3a, IIIOKOHEeoreHe3a 1 00pa3oBaHUsI
ymrmnoB (Llewellyn, 1998). ®@epment 1-mmiepodoc-
darnernaporenasa (1-I'®I’) kaTanu3upyeT peakiyio
obpazoBaHus |-muuepodocdara, KOTOpbI SBSI-
eTcsl TIpeNIIeCTBEHHUKOM CTPYKTYPHBIX M 3arac-
HbIX JTUnnaoB. PepMeHT I1I0K030-6-hocdarmerus-
porenasa (I'-6-®II") — ki1roueBoi (PEPMEHT ITEHTO30-
docdaTHOro nyTr okuciaeHus rmoko3sl (ITAPIT).

PaHee B ucciaenoBaHusIX BAMSIHUS (hoTOIepuoaa
Ha MCKYCCTBEHHOE BbIpalllMBaHUE MOJIOJIU JIOCOCS B
YCIOBUSIX CEBEPHBIX MIUPOT (pernoH bemoro mops),
€CTECTBEHHbIX JIsl TaHHOTO XOJIOA0JIIOOUBOrO BUIA
OBbLJIO TOKA3aHO, UTO HEIPEPBIBHBIM CBET (peXum
24 cBet: 0 TeMHOTa) CITOCOOCTBOBAJI yCKOPEHUIO pOCTa
0c00eii, YTO COMPOBOXKAATOCH U3BMEHEHUEM a3POOHO-
ro 1 aHa’poOHoro ooMeHa B Mbiiax (Churova et al.,
2020). CrnenyeT OTMETUTD, YTO DKOJOTUMUECKHEC YCII0-
BUSI I0XKHBIX PETMOHOB OTJIMYAIOTCS OT CEBEPHBIX LU~
pOT 110 psiAy (paKTOPOB: CBETOBBIM PEXMMOM Oe3 Tie-
puona “OeybIX HOYel”, TUAPOXMMUYECKUMU Tapa-
MeTpaMu BOIbI B BUlie Bbicokoro pH, 3HauuTenbHoOi
MUHepan3alueii, BbICOKOI CTeNeHb HAChIIIEHUS
KUCJIOPOJAOM, BBICOKOI KOHILIEHTpALMEN MUKpPODJie-
MEHTOB U MOHOB MeTa/lIoB. [Ipu aTOM mosBisieTcs
BO3MOXHOCTb BbIpAllIMBAaHUSI MOJIOAU JIOCOCS TIpU
TeMmIiepatrype Boabl B nuanaszoHe 8—18°C, B oTcyT-
CTBHUE 3UMHMX TEPUOJOB HU3KUX TeMIEpaTyp, UTO
MO3BOJISIET PbIOE MUTATHCS U PACTU KpyTJblii roa. Mc-
XOJISl U3 3TOT0, ObLJI IOCTABJIEH DKCIIEPUMEHT I10 BJIU-
STHUIO TTIOCTOSIHHOI'O OCBELIEHMS Ha POCT M Pa3BUTUE
cerojieTkoB jococs Salmo salar L. (0+) B ycnoBusx
aKBaKyJIbTyphl B 10XkHOM pernoHe Poccuu (Pecrry6sm-
ka CesepHast Ocetusi-Ananust). Llenbio naHHo# pabo-
ThI ObLIIO U3YyYeHHE U3MEHEeHUIT B aKTUBHOCTHU (hep-
MEHTOB 3HEPreTUYecKoro U yrjieBoJHOro ooMeHa B
MBIIILIAX ¥ MIEYEHU CEToJIETKOB aTJIaHTUYECKOTo JIO-
€OcCd B IIPOIIECCE POCTa U PA3BUTUS, BbIPALLIMBAEMbIX
B YCJIOBUSIX MOCTOSIHHOI TeMIlepaTypbl BOABI TpU
BO3JICMUCTBUM ABYX PEXUMOB (hoTornepuoaa (MocTo-
SIHHOTO U €CTECTBEHHOI0) B COUETaHUU C Pa3HbIM pe-
KMUMOM KOPMJICHMUSI.

MATEPHAJIbI 1 METObI
Onucanue sxcnepumenma

HccnenpoBaHue BIUSTHUS Pa3HbIX PEXXKMMOB OCBE-
IMEHHMA Ha pOCT U pa3BUTUEC CEIOJIETKOB JIOCOCH ITPO-

OHTOI'EHE3 TomM 54 Ne2 2023

Boawsin Ha Tipennpusatun OO0 “OcTpoB aKBaKyjIb-
typa” (Pecnybonuka CeBepHast OceTusi-AnaHusl).

Manbku gococsa 0+ (BeikiaeB 10—15 mapra 2022 1.,
(mpousBoautenb Benchmark Genetics, Mcianaus))
C aBrycTa IO Hayaja dKCIlepuMeHTa (CeHTSIOph) Co-
JIepKaJINCh B BEIPOCTHBIX JIOTKAaX pa3MepoM 4 X 1.2 M,
06beMoM 2.5—2.7 M3, (U3HAYaJIbHO B KOJIMYECTBE
4900 ocobeii/10TOK) B YCIOBUSIX HENPEePbIBHOIO
ocBemreHus (24 cset: 0 TemHorta, 24C). KopmiueHue
MMPOBOJIWIOCH B KPYIVIOCYTOYHOM pEXUME KaKIble
nBa yaca. C Havasia CEHTSIOpS CEroJIeTKOB pa3iesiuian
Ha TPU BKCIIEPUMEHTAILHBIX TPYMITEI 110 2 JIoTKa (TIpy
cpemHeit macce poIo 2.9 rpaMma B KaXIIOM JIOTKE):

— rpynna Ne 1 (koHtponb, 24C KK) — pexum
ocBemieHusT moctosgHHbI (24C:0T), KopmieHwue
kpyriocytouHoe (KK);

— rpynra Ne 2 (onibiT Ne 1, Ect® KJI) — akcnepu-
MEHTaJIbHBIN — ecTecTBeHHBIN (poTtonepuon (Ect®d),
KOpMJIEHME B CBeTJIOe BpeMs cyTok (¢ 06:00 mo 18:00
B ceHTs10pe, ¢ 08:00 mo 18:00 B okTs16pe, ¢ 08:00 mo
17:00 B HOs1O0pe) uepe3 Kaxubie nBa yaca (K/);

— rpynma Ne 3 (ombIT Ne 2) — 3KCIIieprUMeHTaIb-
Hbll (24C KJI), pexXuM OCBEIIEHUS MOCTOSHHBINA
(24C), xopMmIeHHE IIPOBOAMIIOCH TOJIBKO B CBETIIOE
BpeMsi CyTOK KakK y pbI0 u3 rpyrisl Ne 2 (KII).

JIOTKM ¢ TOCTOSIHHBIM OCBeIlIeHHEM ObLIU 000pYy-
JoBaHbI cBeTognonHbIMU LED mammnamu (36W, 6500K).
OcgelreHne Hal IMTOBEPXHOCTHIO BOIBI ITPU OCBEIIIe-
HUM JaMIlaMM B TeMHOE BpeMsl CYTOK COCTaBUJIO
450—650 Ix (mmg koHTpoas u ombita Ne 2). Mcronb-
30BaJIM KOMMEPYECKUI KOPM; pacueT oObemMa KopMa
MMPOBOJIWJIY COTJIACHO HOPMaM BO3PACTHOI IpyIIIbl U
¢ yuyeToM Guomacchl. Boma B JIOTKM mocTymnana M3
CKBaXXMHBI CO CKOPOCTHIO 2.7—3 J1/C Ha JIOTOK. TeM-
reparypa BoJibl ObLj1a TTocTosTHHOM — 12.5°C.

B3BelmBaHue puIO TPOBOAMIIN KAXIBII MeCSIII Ha
npennpusaATuu (1o 2 pasa B MecsI1I IIpU TPeX IOBTOP-
HbIX B3BelBaHUsIx o 50—100 ocobeit BMecTe). OT-
XOJI 32 BeCh IIepHO UCCIeIoBaHMSs cocTaBui 24, 33 u
19% ocobeit B konTpone (24C KK), ombire No 1
(Ect® K[I) u oribite Ne 2 (24C K1) COOTBETCTBEHHO.

st uccnegoBaHus OTOMPAJIM CETOJIETKOB JIOCOCS
6 ceHTS0PS (10 SKCIIepUMEHTa), 6 OKTIOpS 1 9 HOSIO-
psI; U3 KaXIOl TpyIinbl ObLIO B35ITO A0 15 ocobeit u3
notka. CpegHue Macca U JjIMHa 0co0eil, B3SIThIX IS
aHaJmM3a, MpeICcCTaBICHBI B Ta0M. 1.
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Taomuna 2. KoadduimeHT Koppensiiguum akTHBHOCTH (hepMEHTOB B MBIIIIIAX C MACCOM U IJIMHO 0co0ei

Konrpons OrprT 1 OrpIT 2
ITokazatens

macca IUIMHA macca IUIMHA macca IJIMHA
oo 0.25 0.06 0.25 0.06 0.75% 0.70*
JIAT 0.83* 0.79* 0.83* 0.79* 0.81* 0.80*
Anpaonasa 0.64* 0.52* 0.64* 0.52 0.64* 0.61
* — HOCTOBepHBIe 3HaYeHUs1 KoadhdulimeHTa Koppessiiuu rpu p < 0.05.

Onpedenenue akmueHocmu (pepmenmos PE3VJIBTATHI

AXTUBHOCTb (P€PMEHTOB ONpPEAS/IsUIA B MBIIILIAX U
nedeHn crekrpogoromerpuuyecku (CLARIOSTAR,
BMG Labtech). O0pa3iibl TKaHei TOMOTeHU3UPOBa-
s B 0.05 M Tris-HCI 6ydepe (pH 7.5) Ha romoreHu-
3arope Tissue Lyser (Qiagen, [epmanust).

AKTUBHOCTb (DEPMEHTOB SHEPreTUYECKOIro U yr-
JeBomHoro oomeHa B mbimax (11O, JIAT, anpmona-
3a) u neuenu (IO, JIAT, IK, I'-6-®ATL, 1-TOT,
aJibaoJia3a) OIpeAcsiii MHANBUAYATbHO IS KaxK-
IO 0cOOM. AKTMBHOCTB IUTOXpOoM ¢ okcraassl (L1O,
K® 1.9.3.1) onpenensiniu 1o merony Cmura (Smith,
1955), uamMepsist yBeueHre KOJIMYECTBa OKMCIIEHHOTO
muroxpoma c. OOIIyI0 aKTUBHOCTB JIaKTATACTUAPOTCHA~
3e1 (JIIT, KD 1.1.1.27), nmroko3o-6-docdaraernapore-
Hazel (I-6-PAT, KD 1.1.1.49) n 1-nmmnepodocdatie-
ruaporeHasbl (1-T'OAT, KD 1.1.1.8) onpeaesisiv o o6-
LIETIPUHATBIM ~ METOAMKaM, U3Mepsisd  KOJIMYecTBa
BoccraHoBlleHHbIX HAJl 1 HAJI®D (Kouetos, 1980).
AktuBHOCTb TMpyBaTkMHasbl (ITK, K® 2.7.1.40)
omnpenesid B cucteMe, conepxaiieit HAIIH u nak-
TaTAETUIPOreHa3y M0 KOJIMYECTBY 00pa30BaBIIETOCS
HAI (Bicher, 1955). AKTMBHOCTb ajibI0Ja3bl
(K® 4.1.2.13) onpenensinu no metoauke Beck B Mo-
mudukauny AHaHbeBa 1 O6yxoBoii (Koo, Kampri-
HUKOB, 1976). AKTUBHOCTb (pEPMEHTOB BhIpaXKajin B
MKMOJIb cyOcTpata (npoaykra)/MuH/Mr 6enka. KoH-
LIEHTpal1Io OelKa onpenessuim MeTogoM bpandopn
(Bradford, 1976).

CTaTUCTUYECKUIA aHAJTU3 MOJTyYEHHBIX PE3YJIbTaTOB
MPOBOAWIINA OOIIENTPUHATHIMA METOIAMU BapUaIlOH-
Hoit ctatuctuku (MUBantep, Kopocos, 2010). JlaHHbIe
ObUIM IPOBEPEHBI HA HOPMATBHOCTD pacIpeie/ieHUs C
ncrionb3oBaHreM Kputepus [llanupo—Ywikca. MHo-
roakTOpHBI aucrnepcuoHHbI aHamu3 MANOVA
OBIJT TIPMMEHEH JIJTSI OLIEHKM CTEeTICHU BIUSTHUS (DAKTO-
POB (PEXUM OCBEIIECHMS, TIPUHAIEKHOCTb K TPYTIIe
(pexXuMbl OCBEIIIEHUS 1 KOPMJIEHUsI) U Jara oTdopa
npo0) Ha aKTUBHOCTh MCCIIeAyeMbIX (pepMeHTOB. st
CpaBHEHUST BBIOOPOK T10 UCCAEAyeMbIM MOKa3aTelsIM
ucroyib3oBasiu TecT Kpackena—Yosnuca ¢ nocieny-
IOIIMM CpPaBHEHUEM BBIOOPOK C MCHOJb30BaHUEM
kputepust ManHa—YutHuU. s U3y4yeHUsT B3auMO-
CBSI3U MEXIy 3HAUEHUSIMU aKTUBHOCTU (DEPMEHTOB
M Maccoit 0co0ei MCIOIb30BaAJICS KOPPEISIIIMOHHBIM
ananus IlupcoHa. Bce pe3ynbTarsl cUUTAIMCh 3HA-
yuMbiMU Tipu p < 0.05. Bce naHHbIe NpencTaBiieHbl
kak M = SE.

AxmueHocmb hepmenmos 6 Mblullax
ce2onemKo08 10Cocsl

CorlacHO AUCIIEPCUOHHOMY aHaln3y, YPOBEHb
aKTUBHOCTU BCEX UcCCenyeMbIX (PepMEHTOB B MBbIIII-
IIax 3aBHUCEJI OT PEXKMMOB OCBEIICHUS U KOPMJICHUS
(MpUHAIIEKHOCTHU K 9KCIIEPUMEHTAILHOM TPYIITE) U
BpeMeHU oToopa Mmpob. AKTUBHOCTH [1O B MbIIIIax
yepe3 MecCsIl OT Hadasia UCCIeIoBaHus (B OKTSIOpe) ObI-
Jia Hke y oco6eii B rpymne Ect® K] o cpaBHeHMIO C
rpynmnoii 24C K u xontposnem (24C KK) (p < 0.05,
puc. 1a), u B HosIOpe HabMoManach TeHASHIINS K 00-
Jiee HU3KUM 3HaueHUsIM akTuBHocTU 11O y ceroer-
KOB JIOCOCSI B TPYTITE C €CTECTBEHHBIM OCBEILICHUEM.
B okTts16pe ypoBeHB akTUBHOCTH 11O B MBITIIIIaX phIO
B I'PYIIIaX C MOCTOSTHHBIM OCBEIIIEHUEM YBEIUYMIICS
10 CPAaBHEHUIO C IPEIBIIYIINM MECSILIEM, a B TPYIIIe
C €CTECTBEHHBIM OCBEIIICHUEM 3T U3MEHEHMSI OOHA-
PYXXUBaJIUCh TOABKO B HOsIOpe (puc. 1a). AKTUBHOCTh
11O B MBIIIIIAaX CETOJIETKOB JIOCOCS U3 BCEX UCCIIEAY-
€MBIX TPYNII YBEINYMBAIACh OT CEHTSIOPS K HOSIOPIO
(puc. 1a).

Camble HU3KWEe 3HadeHWs aktuBHocTu JIJII B
MBIIIIIAX PEIO B HOSIOpE ObLIM XapaKTePHBI IJIsI TPYIIThI
Ect® K/I 1o cpaBHEHMIO C TPyINaMU C TIOCTOSTHHBIM
OCBEIIIEHMEM, IIpU 3TOM JOCTOBEPHBLIC pPa3INYUsI
ycraHoBieHHI ¢ rpyrmioit 24C K (p < 0.05, puc. 10).
AxtuBHocTh JIAI' moBhIlIaack BO BCEX HCCIemye-
MBIX TPYMIIaX CETOJIETKOB C KaKIbIM ITOCIEAYIONINM
MecsneMm (puc. 16).

ITo ypoBHIO aKTMBHOCTU albAoja3bl B MBIIILIAX
0co0ell pas3nmuns MEXIy TpyImaMy OBITA YyCTaHOB-
JeHsl B Hoss0pe (p < 0.05, puc. 1B). [Ipu 3ToM 3HaYe-
HUSI aKTUBHOCTU 3TOro (hepMeHTa y pbld B TpyIine
Ect® K]JI 66111 caMbIMH BEICOKMMU, a B Tpytre 24C
KK — cambimu Huzkumu (p < 0.05). 3HadyeHus ak-
TUBHOCTHU aJIbJI0J1a3bl B MBIIIILIAX 0COOEit MOCTENMEHHO
YBEJIMINBAINCH C KaXIBIM TTOCIEOYIOIIM MeCSIeM
BO BCEX UCCJIEAYEMBIX I'PYIIIaxX CeroyeTKoB (puc. 10, 1B)

Habmonanack moaoXuTeabHast KOPPESIINI aKTUB-
Hoctu 11O ¢ maccoit 1 mmHOoIt peIO (C JOCTOBEPHBIM
3HaueHueM s rpynnbsl 24C KT (p < 0.05, Tadu. 2)).
YcTaHOBJIeHA MOJOXUTEIbHAS KOPPEISIIUS YPOBHS
aktuBHOCTU JIJII' 1 anbgosia3bl B MBIIILIAX C MaCCOM
Jjococs Bo Bcex rpymax (p < 0.05, Ta6i. 2).
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Puc. 1. OTHOCHUTENIbHASI aKTUBHOCTD (PEPMEHTOB B MBIIIIAX aTJIAaHTUUECKOTO JIococs Salmo salar B TpyImnax, BeIpalliBacMbIX

C pa3sHbBIMU pexXxnMaMu ocBeteHus u KopmireHus (24C KK —

peXUM OCBELIEeHUS TTOCTOSIHHBIN, KOPMJIEHHUE KPYTJIOCYTOYHOE;

Ecr® K]I — ecrectBeHHbII hoTorepruon, KopMmiaeHue B cBeTsioe BpeMsi cyTok; 24C K/ — pexuM ocBelleHUs TOCTOSIHHBII,
KOpMJIEHHE IPOBOAUTCS TOJIBKO B CBETJI0€ BpeMsI CYTOK): (2) IUTOXPOM ¢ OKCUIa3a, (0) JakTaTaeruaporeHasa, (B) ajibaoJiasa.
Paznuuus noctoBepHbl nipu p < 0.05: * — 10 OTHOLIEHUIO K KOHTPOJIIO, # — B cpaBHeHuu ¢ rpynmnoii Ect® KJI; a — o cpas-
HEHUIO CO 3HAYEHUSIMU B CEHTSIOpe, 6 — 1O CpaBHEHUIO CO 3HAYEHUSIMU B OKTSIOpPE B COOTBETCTBYIOILECH IPYIIIIE.

Axmuenocmb ghepmenmos
6 neueHu ce201emKo8 10COCs

AKTUBHOCTb BCeX UCCeyeMbIX (hepMEHTOB B Ie-
yeHu poI6 (kpome JIJIT') 3aBucesia oT Mecsilia ucclie-
noBaHus. B HosiOpe akTuBHOCTH 11O B meueHu poiO B
rpynne Ecr® K/ 6b11a Boile, yeM B rpyiiie 24C K]
(puc. 2a). B okts10pe ypoBeHb akTuBHOCTHU 11O B me-
yeHU y poi6 u3 rpyrnn Ect® K/ u 24C K] cHukancst
10 CPAaBHEHMIO C MPEIBIAYIIUM MecsieM (puc. 2a). Y
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pBIO B IPYIINE C €CTECTBEHHBIM OCBEILIEHUEM aKTUB-
HocTh 11O 3HAaUMTETBbHO MOBHIIIAIACHE B HOSIOpE, TO-
rma kak B rpynne 24C K]l ocrtaBajach Ha TOM Xe
ypoBHe (puc. 2a). YpoBeHb akTuBHOCTH 11O B meue-
HU pbI6 B rpyrne 24C KK He u3MeHsics 3a mepuon
HUCCIICIOBAaHUS.

Ha aktuBnocTh 1K okaspiBanm BimstHUE (QaKkTOp
MPUHAJICKHOCTU K UCCIIeyeMoil rpymrie. Yxe ue-
pe3 Mecsll mocJie Hadyajla 9KCIepruMeHTa (B OKTIOpe)
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Puc. 2. OTHOCUTE/IbHAS aKTUBHOCTDH (DEPMEHTOB B IEUEHU aTJIAHTUUYECKOTO Jlococst Salmo salar B rpyrnnax, BbIpallluBaeMbIX C
pa3HbIMM pexxrMaMu ocBellieHrs u KopmiteHus (24C KK — pexkum ocBelleHUs TOCTOSIHHBIN, KOPMJIEHUE KPYIJIOCYTOYHOE;
Ect® KJI — ectecTBeHHBI (hoTOmepron, KOpMIIEHHE B CBeTJIoe BpeMsl cyTOK; 24C KJI — pexXuM OCBEIIeHUS TTOCTOSTHHBIH,
KOpMJICHHE IIPOBOIUTCS TOJBKO B CBETJIOE BPeMsI CYTOK): (a) IIUTOXPOM ¢ oKcuaasa, (0) mupyBaTKuHas3a, (B) JaKTaTAETUIPO-
reHasa, (r) Nioko3o-6-gocdarneruaporenasa, (1) 1-muuepodocdaraeruaporetasa, (€) aabaonasa. Pasnuuus 10CTOBEPHBI
mpu p < 0.05: ¥ — 110 OTHOILLIEHUIO K KOHTPOJTIO, # — B cpaBHeHMU ¢ rpynmnoit Ect® K/I; a — rmo cpaBHeHUIO cO 3HAYEHUSIMU B
CeHTsIOpe, 6 — MO CPAaBHEHUIO CO 3HAYCHUSIMU B OKTSIOPE B COOTBETCTBYIOIIICH IpyTITIE.

akTuBHOCTb 1K Oblila HUXXE B MEUYEHU CEeroJIeTKOB B
rpymiie Ect® K/I o cpaBHEHUIO ¢ phIGaMU 13 TPYHIT
¢ mocTossHHbIM ocBeleHueM (p < 0.05, puc. 20). B
okTs10pe ypoBeHb akTuBHOCTU [IK y ppIO B Tpytime
Ect® K/I 6bLT HIKE IO CPAaBHEHUIO C MIPEIbIIYIIIAM
MecsieM. YpoBeHb akTuBHoCcTU TIK B meueHu y ce-
TOJIETKOB BO BCEX IpyMIlaX YBEJIUYUBAICS K HOSIOPIO
(puc. 20).

AKTMBHOCTb ajib0jia3bl Oblda BbIIIE B ICUCHU
Moitogu jgococs B rpymnmax Ect® K u 24C K] o
cpaBHeHUIO ¢ peioamu 13 rpynnbl 24C KK B Hos10pe
(p < 0.05, puc. 2e). Y ocobeil, BeIpallluBaeMbIX TTPU
MOCTOSIHHOM PEXUMe OCBEIIEHUS U KPYIJIOCYTOU-
HoMm kopmieHun (24C KK), B Hosi0pe ypoBeHb ak-

TUBHOCTU aJIbJ0JIa3bl ObLT HUXE, YeEM B IIPEbIAYIIIIE
mecatsl (p < 0.05).

MeXTpyInnoBbIX Pa3IUudnil MO YPOBHIO aKTUBHO-
ctu pepmenToB 1-T'OAT u I'-6-DT B meyeHn MOIO-
I pbIO HEe OOHapyKeHO (puC. 2T, 21), OMHAKO 3Ha4ye-
HMsI 9TUX ITOKa3aTeJiel y 0co0ei 13 BCeX UCCASAYEMBbIX
TPYIN WM3MEHSUTMCh Ha MPOTSDKEHUM BKCIepUMeHTa
(ceHTAOpb—HOSA0pPE). AKTUBHOCTH I'-6-D/II" B mreue-
HU MOBBIIIATACh B OKTSIOpe U OcTaBajach Ha TeX XKe
ypoBHsiX B Hosiope (p < 0.05, puc. 2r). YpoBeHb aKTUB-
Hoctu 1-I'DAT B neyeHu poIO BO BCeX rpymiiax B OK-
TSIOpE CHMKAJICS TI0 CPaBHEHUIO C TAKOBBIM B CEHTSIO-
pe U ocTaBajicsl Ha TOM e ypoBHe B Hosiope (p < 0.05,
puc. 2m).
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OBCYXIEHUE

AxmueHocmo ghepmenmos 6 mblulyax
ce201emK086 10Cocsl

CornacHo MOJIyYeHHbIM JaHHBIM, HauOOJbIINi
CpeIHWI MPUPOCT MACChl HAa TPYTIY ObLJ1 yCTAHOBJIEH
Y CEroJIETKOB JIOCOCSI, BbIPAILIEHHBIX MPU MOCTOSIH-
HOM OCBEIlleHMU. 3a BeCh IMEepUo] MCCIeTOBaHUS
npupoct coctabuia 14.1 £ 0.1, 12.2 £ 0.2, 13.1 £ 0.2ry
pui6 13 rpynmn 24C KK, Ect® K/ 1 24C K]I cooTBeT-
cTBeHHO. PaHee ObUIO BbICKa3aHO TPENIOJIOXKEHUE
(Wootton, 2011), 4TO TOBBIIIEHHBIE TEMIIbI pOCTa
pBIO MOTYT OBITH OOYCIOBJIEHBI PSIIOM (haKTOPOB:
YBEJIMUEHUEM CBETJOro Mepuojia BpPEMEHU, KOorma
pPBIOBI AKTUBHO MUTAIOTCSI, 1 UBMEHEHUSIMU B HEpo-
SHIOKPUHHON PEeryJsiiuu IPOLIeCCOB, CTUMYJIUPYIO-
ILIMX amIeTUT U MUIleBOe TTOBeAeHUE 0CO0EM, U BIUSI-
IOIIMX HAa METAa0OIU3M TaKUM 00pa3oM, UTO SHEPIeTU -
YeCcKHe pecypchl HAMpaBJISIOTCS MPEeUMYILeCTBEHHO
Ha MPUPOCT MacChl TeJia, a He Ha IPpyrue MyTh oOMeHa
(B 4YaCTHOCTHU, TEHEPATUBHOTO).

IMokazaHo, YTO YpOBEHb AKTUBHOCTH BCEX UCCIICIY-
e€MBIX (DEpPMEHTOB B MBIIIIIAX PIO N3MEHSIJICS B 3aBUCH -
MOCTHU, KaK OT UCTOJIb3YEMbIX PEKUMOB OCBEILICHUS 1
KOpMJIeHUs (TTIPUHAIJIEXKHOCTD K 3KCITEPUMEHTATbHOM
IPyIIIe), TaK U OT BpeMeHU oTOopa mposb. 3HavYeHUs
akTuBHOCTU 1O yKa3pIBalOT Ha 60Jiee BLICOKMIA ypO-
BEHb a3p0OOHOT0 OOMEHA B MBIIILIAX 0COOEH 13 TPYIIII
C MOCTOSIHHBIM OcCBellleHneM. bojiee Toro, ypoBeHb
a’3poOHOro 0OMeHa B MBIIIIAX PbIO B TPYIIIax C MO-
CTOSTHHBIM OCBEILIEHMEM BO3PacTall C KaXKIbIM MeCsI-
1IeM, a B TPYIIIE C €CTECTBEHHBIM OCBEIlleHUEM BTHU
U3MEHEHUSI OOHapy>XMBaJIMCh TOJBKO B HOSIOpE.
HNMeroTcst cBeleHUsT O TOM, YTO CBET MOKET BIIUSITh
Ha POCT PBIOBI IBYMSI CITOCOOAMU: CTUMYJIMPYS KOP-
MOBYIO aKTMBHOCTb W MOBbIIIAas 3(p(HeKTUBHOCTD
KOHBEPCUM MOCTYIAIOIIMX MUTATEIbHBIX BEIIECTB
(Boeuf, Le Bail, 1999; Biswas et al., 2005). Takum 06-
pa3oM, BO3MOXHO, UTO JOCTYITHOCTh KOpMa U BbICO-
KU ypOBEHB a3p0OHOTO 0OMEHa MO3BOJISIOT PEIOAM,
BBIpPALIMBAEMBIM TIPU TTOCTOSTHHOM OCBEILICHUM, UC-
MOJIb30BaTh 3HEPTUIO HE TOJBKO IS TOAASPKAHUS
OCHOBHOTO OOMeHa BelleCcTB U (pU3MIECKON aKTUB-
HOCTH, HO M B Mpolieccax OMOCUHTE3a CTPYKTYPHBIX
M pE3EPBHBIX COENMHEHUI B MBIIIIIaX, KOTOPbIC Tpe-
Oy1oT 60JbIIOro Konuuectsa AT®. DTH pesybTaThl
CONIACYIOTCSI C JAHHBIMU, MTOJIYYeHHBIMU IS MOJIO-
JIN JIOCOCSI, BBIpAIlIMBAEMOI B YCJIIOBUSIX TOCTOSIHHO-
ro OCBellleHMS Ha BBITCKOM pBIOOBOOHOM 3aBOIE
(paitoH benoro mopst) (Churova et al., 2020). ¥YpoBeHb
a3pOOHOro 0OMeHa B MBIIIIIIAX CETOJIETKOB JIOCOCS U3
BCeX HCCIIeyeMbIX TPYIIT ObUT Haubojiee BHICOKMM B
HOSIOpe, U TIPM 3TOM HaOI0HaIach MOJIOXHUTEIbHAs
Koppensausa aktuBHoctu 11O ¢ Maccoil M JJIMHOM
peI0. TloBbiienne aktuBHOCTH LIO Takke MOXeT
OBITH CBSI3aHO C TMOATOTOBKOI MOJIOAW JIOCOCS K
cmontudukaiuu (Churova et al., 2017). Tak, onpene-
JIEHHBIE TI0KA3aTeJIU JTUTTUIHOTO OOMeHa, MCCIIeTOBaH-
HbIE y CETOJIETKOB JIOCOCSI B 3TOM K€ DKCIIEPUMEHTE
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(Myp3auHa u ap., 2023), cCBUAETEILCTBOBAIM 00 MHUIIN-
aIy POLIECCOB MOATOTOBKM K CMOJITU(DUKAIIAMN.

Hwuzkuii ypoBeHb aHAa’pOOHOTO 0OMEHa, comiac-
HO JaHHBIM 1o akTuBHOCTU JIJII' B MBIIIIIax peio B
Hos10pe, 661 XxapakTepeH 1 rpynnbl Ect® K/I. Pa-
Hee MoA00HbBIE Pe3ybTaThl ObUIN MOJYYCHBI JJIs ce-
TOJIETKOB JIOCOCSI, BEIPAIIMBAEMBIX B YCIOBUSIX Bhir-
ckoro peiooBogHoro 3aBoma (Churova et al., 2020),
MpU 3TOM Macca pblio U YpOBEHb aHa3pOOHOTO 0OMe-
Ha MBI ObUIA BHIIIE Y PBIO, B3STHIX IJISI OMOXMMM-
YeCKOro aHajim3a CIIYCTS MECSI] ITOCe BKIIOYEHUS
IMOCTOSTHHOTO OCBEIIeHUSI 0 CPaBHEHUIO C KOH-
TPOJILHOM IpynIioii (6e3 JONmOJIHUTEIBHOIO OCBEIIIE-
Hus1). Takum o6pa3oM, BEICOKUI YPOBEHDb aHA3PO0-
HOTo 0OMeHa MBI KOPPEJIMPOBaJ C BBICOKOU CKO-
pocThIO pocTa phib. ITocTosTHHOE OCBEIIEHUE MOIJIO
KOCBEHHO ITOBJIMSITh Ha TEMITBI IIPUPOCTA MBIIIIEYHOM
MaccChl PbIO TTOCPENCTBOM CTUMYJISILIMM WX IBUTATEIb-
Hoit aktuBHOCTH (Boeuf, Le Bail, 1999). AHaspoOHBIA
IJIMKOJIN3 SIBJISIETCSI OCHOBHBIM MEXaHU3MOM, KOTOPBI
obecreuyrBaeT SHEPrUeii MbIILIEYHbIC COKPAILICHUST BO
BpeMsI PBHIBKOBOTO uiaBaHMs. I1oBBIIIEHNE aKTMBHO-
ctu JIAI' y MabKoB J1OoCcOCS CBSI3aHO ¢ HEOOXOIMMO-
CTbIO O0ECIIeUeHUST DHEPTETUUECKUX ITOTPEOHOCTEe! pa-
0OOTAIONINX MBIIIIII ITPY ABKCHUM PBIOBI IIPOTHUB TeUe-
HUS BO BpeMsI IBUTATEIbHON IMUIIEBOI aKTUBHOCTU.
IMonoxuTtenbHast KOPPEsLUs MeXIy aKTUBHOCTBIO
nzodpepmenTa JIAI-A4 B MplIILax U yBeJIUYeHUEM
MbIIedHoi Macchl (Ahmad, Hasnain, 2005), a Takcke
Mexay ooueil akTuBHOCTBIO JIJII' U cKOpoCThIO IL1a-
BaHwus (Guderley, 2004) 6bL1a IMToKa3aHa JIJIsI HEKOTO-
PBIX BUIIOB PHIO.

IMonoxurenbHast KOppeJsilius YPOBHSI aKTUBHO-
ctu JIII' B MbIIIIax ¢ Maccoii Jiococst BO BCEX TPyIi-
rax, BEposITHO, CBSI3aHa C BOo3pacTalolleil ToTpeOHO-
CThIO B DHEPreTMYECKOM OOECIeYeHUM TTPOILECCOB
pocTa pbIb MO Mepe YBEJIUUESHUST UX MAcChl U TIJlaBa-
TeJIbHOM akTuBHOCTU. CoINlacHO pe3yjbTaTaM HC-
clieqoBaHUIi, MPOBEASHHBIX Ha MSITHUCTOI 3yOaTke
(Imsland et al., 2006), atnantuyeckoit Tpecke (Cou-
ture et al., 1998; Koedijk et al., 2010), MoJionu caiibl
(Mathers et al., 1992), panyxHoit ¢openu (Yypona
u ap., 2010) u auuunHkax jgococsd (Yyposa u np.,
2015), aktuBHOCTD JIAT" B G€JIbIX MBIIIIAX PHIO MOJI0-
XKUTEIbHO KOPPEIUPYeT C TEMIIAMU UX POCTa, a TaK-
e C MAaCCOM U JJIMHOM Tea.

AJbliofila3a B MBIIILAX XapaKTepusyeT YpOBEHb
WCIOJIb30BaHUs yrieBoaoB B rmkoiauie (Llewellyn
etal., 1998) u B mocaeayrolieM a3poOHOM U aHA3POO-
HoM cuHTe3e AT®. 3HaueHUsT aKTUBHOCTU 3TOTO
depmeHTa B HOsI6pe y phi6 B rpyrmne Ect® K] 6601
caMbIMU BbICOKMMU, a B rpyre 24C KK — cambiMu
HU3KUMU. MOXHO TIPEAINoJIOXKUTh, YTO Y PbIO U3
IPYIIbI C €CTECTBEHHBIM OCBEIIEHWEM B 3HEPIreTH-
YeCKOM OOMEHe TIPEUMYIIECTBEHHO HCITOJIb3YIOTCS
YIJIEBOAKI, B TO BpeMsI KakK y pb10 u3 rpynmnbl 24C KK
IUJTS 9TUX 11eJIeld MOTYT pacxoioBaThes U Apyrue cyo-
ctpathl. Tak, cormiacHo uccienoBaHuio (Myp3uHa



168 KY3HEILIOBA u ap.

u 1ap., 2023) B paMKax o0CyXKaaeMoTro dKCIIEpUMEHTa
OBbLJIO YCTAHOBJICHO, YTO 3HAYEHUE COOTHOIICHMUSI
BSHEPTreTUYECKUX JIUTIMIOB K CTPYKTYpHBIM — TAT/DJI
JIOCTOBEPHO HIDKE Yy CETOJISTKOB W3 “KOHTpOis”
(24C KK), 4To yKa3bIBaeT Ha yCUJIEHUE SHEpreTuye-
CKOTo 0OMeHa M Ha yJyacTHe MMEHHO 3allaCHBIX JIM-
MMUAI0B B MOAACPKAHUYN DHEPIeTUIECKUX ITOTPEOHO-
CTeli opraHu3ma B 3TOT EPUO/.

JnHamuka usaMeHeHuit aktuBHoctu JIAI 1 anb-
IToJ1a3bl 3a TIEPUOL UCCIICIOBAaHUS U TIOJIOXKUTEIbHAST
KOPPEJISILIMSI 3TUX MoKa3aTeseil ¢ Maccoil pbid MOXET
yKa3bIBaTh Ha YBEJUYEHKME MCIIOIb30BAHUS YIJICBOIOB
B aHA’pOOHOM IIMKOJIN3E IO Mepe TOro, KaK pblba Ha-
OUpaeT BeC, YTO TOCTUTAETCS 3a CUCT ITOBBILLIEHUS 11~
IIEBOM AKTUBHOCTU CETOJICTKOB, COACPXKAIIMXCS IpU
nocrostHHoM ocBelieHnu (Boeuf, Le Bail, 1999).

B Haiiem paHHeM ucciienoBaHUU BIUSTHUSI CBETO-
BBIX PEXXKMMOB Ha POCT CETOJIETKOB JIOCOCS B YCIIOBU-
SIX €CTECTBEHHOTO KOJIeOAHMST TeMIlepaTyp B ceBep-
HoM perroHe (Churova et al., 2020) akTUBHOCTb ajib-
J0J1a3bl B MbIIIIAX OblIa BbIllIe Y OCOOE B IpyIne,
cojepKalieiicss Ipu MOCTOSTHHOM OCBEIIIEHUHU B TIe-
PHYOI C CEHTSIOpsl OO0 KOHLIA OKTSIOpsi. BeposiTHO, B
YCIIOBUSIX YMEHBIIICHUSI CBETOBOTO IHSI OCEHBIO, ITO-
MOJTHUTEJIbHOE OCBELLEHUE MO3BOJISIIO pblOaM JIydllie
BUIICTb KOPM U aKTUBHEE MUTAThCSl MO CPAaBHEHUIO C
MOJIObIO, BEIPALLIMBAEMOI MTPU IPYTUX PEXUMAX OCBE-
meHus. CiienyeT OTMETUTb, YTO MO CPaBHEHUIO C
JaHHBIMU HACTOSIIIIETO MCCAeI0BaHUsI, aKTUBHOCTh
aJIbI0JIa3bl BO BCEX TPYMITaX MOJIOAM JIOCOCS, BBIpa-
1rBaeMoii Ha Beirckom pri63aBoge (peruoH benoro
MODST), CHU3MJIACH K KOHILY OKTSIOPSI, YTO, OYEBUIHO,
CBSI3aHO CO CHIKCHHMEM KOPMOBOM aKTUBHOCTH M
YMEHbIIIEHEeM KOJIMYECTBA TT0JIJaBaeMOTro KopMa Mpu
CHUXXEHUU TeMIlepaTypbl BOJBI. YCJIOBUS TTOCTOSTH-
HBIX TeMrepaTyp B 10xkHOM peruoHe (CeBepHas Oce-
TUsi-AJlaHUsI) TIO3BOJISIIOT CErojieTKaM TMpOJ0JiKaTh
aKTUBHO MUTAThLCS U PACTU B OCEHHUI TTepUO.

AxmueHocmb (hepmenmoes 6 neveHu
ce2onemKo08 A0Cocst

YcraHOB/IEHO, YTO aKTMBHOCTb BCEX MCCIEaye-
MbIX (pepMeHTOB B nteueHu pbio (kpome JIAT) nszme-
HsLJIach B 3aBUCHMMOCTH OT Mecsilia UCCAeA0BaHusl, a
Ha akTuBHOCTb [TK oka3biBaj BiussHue Takxke 1 hak-
TOp MPUHAJIEKHOCTU K UCCIEAYyeMOii Tpyrnmne. Yxe
yepe3 MecsIl Mocie Hayala SKCIepuMeHTa (B OKTsI0-
pe) B mevyeHM cerosieTKOB B rpyre Ect® K] akTuB-
HocTh 1K ObI7Ta caMoif HU3KOM 110 3HAYEHUWIO, a TaK-
»Ke HabJirogasach TEHASHIUST K CPaBHUTEbHO OoJiee
Hu3koMy ypoBHIO 11O, 4TO TakXke conacoBbIBAIOCH
C HM3KOW aKTMBHOCTBIO 3TOTO (DEPMEHTA B MbIIIIIIAX.
MoxHO cneyiaTb NpeAroioKeHUe, UTO Y CErojieTKOB
MPU ECTECTBEHHOM OCBEIIEHUU HUXe MHTEHCUBHOCTD
o0Opa3oBaHMs MAPyBaTa 1 MCITOJIH30BAHMS €TI0 B a3p00-
HoM cuHTe3e AT®. Takue paznuuus B aktuBHocTH [TK
HaOJI0JAJTUCH TOJIBKO B TEPBbIN MECSI] UCCIeA0BaAHMSI.
CornnacHo nanHbIM MeToH ¢ Kojiieramu (Meton et al.,

1999), ypoBenb aktuBHOCTH [1K B 1ieueHu orpaxaer
YCJIOBUSI KOPMJICHUSI, B YaCTHOCTU, OH CHUKAETCSI BO
BpeMsi TojiogaHus pbio. Bo3aMOXHO, 4YTO B pe3yjibTaTe
BBEIEHMSI HOBBIX YCJIOBUI BBIpAIIBAHMS, CBI3aHHBIX
C OrpaHUYeHUEM BPEMEHM OCBEILEHUS I U3BMEHEHUEM
pexkruMa KopmiieHUsI (TOJIBKO B CBETJIOE BPEMSI), y CETO-
JieTkoB 13 rpynibl Ect® KJI B mocieayioieM mpon3o-
111J1a IIEpeCTpoiiKa MeTaboIM3Ma, YTO MOIJIO IIPUBECTU
K CHIDKEHUIO MHTEHCUBHOCTU NUTaHusi. CBET SIBJISI-
€TCSI U151 JTOCOCST 00s13aTeIbHBIM YCJIOBUEM JJIsI TTMTa-
HUSI, OH HEOOXOIMM JJIsI TToMcKa Imuinu. BeposiTHo,
YTO, KOIJIa KOJIMYECTBO €CTECTBEHHOIO CBETa YMEHBb-
IIIaeTCs, MOJIONb, BhIpAIllBaeMasl IPY BBEISHUM B TEX-
HOJIOTMYECKUI LIMKJI TOTIOJIHUTEILHOIO ITOCTOSIHHOTO
OCBEILEHUS, TOJIyd4aeT JOCTAaTOYHOE KOJIUYECTBO KOP-
Ma. MIMeIoTCs CBeleHUsT O TOM, YTO YBEJIMYCHUE IIPO-
JIOJDKWTEILHOCTH CBETOBOIO JHS BBI3LIBAET ITOBBIIIIE-
HUE YPOBHS TOPMOHA pocTa (COMaTOTPONMHA) y aT-
JTaHTr4eckoro jococs (Bjornsson et al., 1989), uto, B
CBOIO oOuepedb, IOBBIIIAET IUIABATENbHYIO aKTUB-
HOCTb U aIlIIETUT PHIO U CTUMYIUPYET UX MUILEBYIO
aKTUBHOCTb.

VpoBeHb a’poOHOTO OOMEHA B TIEYCHM pPHIO B
rpyrne Ect® KJI moBbliancs K HOSIOPIO U ObLT BbI-
me, yeMm B rpynne 24C K]I. Cienyer oTMEeTUTD, YTO
ypoBeHb akTUBHOCTH [1K B reyeHu y cerojieTkoB BO
BCeX Ipymnnax yBeJUduBajicsl K Hosiopro (puc. 20).
I1pu 3ToM y ocobeii B rpynmne Ect® KJI, akTUBHOCTb
I1K yBenmmumBanachk BMecTe ¢ akTuBHOCThIO 11O, uTO
TOBOPUT 00 YCWJIIEHUM MHTEHCHUBHOCTHU a’3pOOHOTO
nyTy mkonmsa. Y ocobeit B rpymare 24C KK, tak
Xe, kKak 1 B rpynne 24C KJI, ypoBeHb aKTUBHOCTH
ITK K HOSIOpIO MOBBIIIAJICS, & YPOBEHb aKTUBHOCTH
1O He u3MeHsICcs. DTO MO3BOJSET MPEANOJIOXUTD,
YTO MOBBIIIAETCS UHTEHCUBHOCTb 0Opa30BaHuUs MU-
pyBaTa, KOTOPbIf MOXET UCITOJIb30BaThCs Kak B a3p00-
HoM cuHTe3e AT®D, Tak M B KauecTBE MpeaIIeCTBEHHU-
Ka I CMHTe3a XUpHBIX KuciaoT (Meton et al., 1999).
Ha 370 yka3bIBaloT 1 JaHHbIE aHAJIOTUYHOTO KCIIepH-
MeHTa (Myp3uHa u ap., 2023), noka3aBilye yBeImde-
HUE Yy CETOJIETKOB K HOSIOpIO comepKaHUsl HEKOTOPbIX
KJIaCCOB >KUPHBIX KUCJIOT, B TOM YUCJIE CBUICTEIbCTBY-
IOIIMX O HavyaJie MOATrOTOBKM JIOCOCE K CMOATUDU-
Kaluu.

Oco0u, BeIpallliBaeMbIe IIPU ITOCTOSTHHOM PEXU-
M€ OCBEIIeHUSI U KPYIJIOCYTOYHOM KOPMJICHUU
(24C KK), K0 BTOpOMY MeCSILy UCCIIEAOBAaHUS OTJIM-
YaJMCh OT TAKOBBIX U3 IPYIUX TPyIIN 00jiee HU3KUM
YPOBHEM ajibloJia3hbl B MEYEHU, a TaKXKe B MBIIIIIAX,
yTo, Kak n3BecTHO (Llewellyn et al., 1998), yka3biBaeT
Ha CHWXKEHHME YPOBHS MCITOIB30BAHUS YTJIEBOIOB B
9HeproodecreyeHy MBI U MHTEHCUBHOCTU TJTIO-
KOHEeOoTreHe3a B IIeYCHH.

3HaueHns1 akKTUBHOCTU ¢epMeHTOB 1-T'DAI u
I'-6-®I" u3 Bcex UCCIEAYEMBIX IPYIIT U3MEHSUIUCH
Ha TIPOTSDKEHWHM OKCIEpUMEHTa (CeHTSIOph—HO-
s0pb). [-6-DJI' saBnsieTcs: KIOYEBBIM (PepMEHTOM
reHTo30doc¢arHoOro MmyTd, B KOTOPOM IMPOMCXOIUT
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o0pa3oBaHue IIEHTO3 U TEHEPUPYETCSI BOCCTAHOBUTEIh
B dopme HAJDPH, ucnonb3yrolmiicas B peakysiX
OMOCHHTE3a XXKUPHBIX KUCIIOT, XojiecTepuHa (Tian et al.,
1998). [Tosbrmenne aktuBHOCTH [-6-DJI" B meueHn
JIoCcOCeii B OKTSIOpP€E MOXET CBUAETEIHCTBOBATD O TOM,
YTO II0K03a uctoibdyetcs B ITPIT u nanbHenmmx
IMyTSIX OMOCHMHTE3a, B YaCTHOCTH B IIPOLIECCax CUHTEe-
3a XMpHbIX kuciaoT (Meton et al., 1998; Gauthier
et al., 2008). Ponp 1-I'D/II" B nedyeHun cBsI3aHa IJIaB-
HBIM 00pa3oM C MpOoIEeCcCCOM 00pa30BaHUS ITIUIIEPO-
docdara U3 yriaieBogoB, KOTOPHII UCIIONb3YeTCs s
CUHTE3a CTPYKTYPHBIX U 3amnacHbIX junuaoB (Har-
mon, Sheridan, 1992; Treberg et al., 2002). YpoBeHb
akTuBHOCTU 1-T'DJIT" B meyeHu pbId BO BCeX IpyIIax
B HOSIOpe U OKTsIOpe ObLT HIXE, 4eM B ceHTs10pe. T1o-
3TOMY MOXKHO MPENNOJIOXUTh CHIDKEHNUE YPOBHS MC-
M0JIb30BaHUsI IPOAYKTOB pacliaja YIJIeBOIOB B UMW/ -
HOM OOMEHE y MCC/IeIyeMBIX 0COOe Ha IPOTSIKEHUU
9KCIIEpUMEHTA 10 CPAaBHEHUIO C IIePBOHAYAJILHBIMU
3HAYECHUSIMU B CEHTSIOpe. DTU pe3yJIbTaThl COMIACy-
FOTCSI CO CHIDKEHHEM COMIepXKaHUSI OOIIUX JIMIUIOB U
OCHOBHBIX JIMIIUIHBIX KJIACCOB Y CETOJIETKOB JIOCOCS B
aHaJIOTUYHOM 3KcnepumMeHTe (Myp3uHa u ap., 2023).

SAKJIIOYEHHME

PesynbTaThl cclienoBaHUS yKa3blBalOT Ha TO, YTO
IMOCTOSIHHOE OCBEIIeHUE OKa3bIBaJlO IOJIOXUTEb-
HOE BJIMSIHUE Ha MPUPOCT MACChI CEroJIETKOB JIOCOCS
B [IPOLIECCE PA3BUTHUSI, YTO COITIACOBBIBAJIOCH C ITOBbI-
IIEHUEM YPOBHSI adpOOHOro obMeHa B MbIIILAX U
YCUJIEHUEM UCIIO0JIb30BaHUS YIJIEBOAOB B INIMKOIU3E
B rie4eHU pbi0. [Topsimok KopMiieHUsI, KaK CaMOCTOSI-
TEJIbHBINU (haKTOp, HE TTOBIUSI HA aKTUBHOCTH (hep-
MeHTOB. OJHAKO COYeTaHUS Pa3IUUYHBIX PEXKMMOB
OCBEILIEHUSI U KOPMJIEHUSI OKa3ay BIUSHUE Ha Xa-
paKkTep HWCIOJIb30BAHUS CyOCTPAaTOB B 3HEpPreTUYE-
CKOM OOMEHE B MbIIIIAX 1 IeYeHU. YCTaHOBJIEHa
MOJIOXKUTENbHAsA NMHaMuKa akTuBHocTr 11O n JIAT B
Mbliax u [1K B medyeHu ceroneTkoB JIOocOCEeW W3
BCeX MCCIIelyeMbIX IPYIII B IPOLIEcCce POCTa U pa3Bu-
THSI C CEHTSIOPSI TI0 OKTSIOPb, CBUAETENBCTBYIONIAST 00
YBEJIMYCHUU YPOBHE a3p0OHOIo 1 aHa3pOOHOI0 00-
MEHa B MbIIIIIaX U IJIMKOJIM3a B TeYeHU, HEOOXOA1-
MBIX JJIS1 OCYIIECTBJIEHHUSI TMPOLIECCOB OMOCUHTE3A,
CMOCOOCTBYIOLIMX POCTY 0cobeit U, BO3MOXHO, MO/~
TOTOBKE K CMOJITU(UKALIMH.

IIpencraBieHHBIEC B HACTOSIEN padOTe pe3yabTa-
TBI IOTIOJIHSIIOT CBEIEHUSI O POn (PaKTOPOB Cpeabl B
pcaim3annm OMOXUMUNYECKUX aﬂal'[TaLlI/Iﬁ Y MoOJIoau
JIOCOCEBBIX PbIO B YCIIOBUSIX aKBaKYJIbTYpPhI C yUETOM
KIIMMaTU4YEeCKNX M DSKOJIOTMYECKMX OCOOCHHOCTEM
pervoHa.

BJIATOOJAPHOCTHU

ABTOpBI BBIpaXKaloT IIyOouyaiilryo 0JiarogapHOCTh
mIaBHOMY pbiboBony npennpusitusi M. ['opOyHOBY 3a Ky-
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Jia, KOMIIETEHTHbIE KOHCYIbTAllMU U PEKOMEHIAILINY B XO-
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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'

! Institute 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 paborte BriepBbIe McCieIOBaId OpraHM3auio IIPOMOTOPOB FEeHOB Pa3BUTHUS U TEHOB, HEOOXOAUMBbIX IS
OOIIIEKJIETOUHBIX (PYHKIINI — “IOMAalIIHEero X03s1iCcTBa” KJIETKU B IIOJIHOM reHome Drosophila melanogaster.
C noMoliibto 6MoMHGOPMATUIECKUX METOIOB MTOKA3aHO, YTO T'eHBI, IPOMOTOPHI KOTOPBIX PACTIONIOXKEHBI B
MEXIMCKAaxX MOJUTEHHBIX XpPOMOCOM, oOoralleHbl (hyHKIIUSIMU, CBSI3AHHBIMU C OOIIEKJIETOUHBIMU MPO-
1ieccaMi, TOTIa Kak ocTajbHasl YaCTh TeHOB (IIPUMEPHO T0JIOBMHA reHoMa Drosophila) cBsizaHa ¢ y3KocCTie-
LIMATM3UPOBAHHBIMU MPOIIECCAMU, MPOUCXOMISIIMMU B XOlIe Pa3BUTUS. B MpoMOTOpHOI1 30HE TeHOB “H0-
MalITHETO X03sTiicTBa” 0OHapYKEeHO YeThIpe CIen(bUIHBIX MOTHBA, KOTOPBIE MOTYT IMMPUCYTCTBOBATh Y pa3-
HBIX T€HOB WHAMBUAYIbHO WU B Pa3IMYHbIX KOMOMHauMsx. CyllecTBeHHas 4acTb MEXIVMCKOBBIX
MIPOMOTOPOB HE COAEPXKUT BBISIBIEHHBIX MOTUBOB. AHaJIU3, TIpOBeIeHHbIN ¢ TTomolbio Gene Ontology,
MOKa3aJl, YTO /11 OTAEIbHBIX TPYTIT MEXIMCKOBBIX TEHOB, COAEPXKAIIIMX B TPOMOTOPaX ONMH MOTUB WJIM UX
KOMOMHAIIMU, XapaKTepPHO BBITIOJIHEHUE OMpeaeIeHHBIX (hyHKIIWMA.

Karoueswie croéa: reHbl pa3BUTHS, TEHBI “IOMAIIHETO X03MiCTBA” , IPOMOTOPBI FEHOB, MOTUBbI HYKJIEOTH -
IIOB B IIPOMOTOPAaX, MEXIUCKU, TUCKU, MIOJIMTEHHbIE XpOMOCOMBI, Drosophila melanogaster

DOI: 10.31857/S0475145023020064, EDN: XFKXAP

BBEAEHWE

Bckope mociie OTKpBITUS TOJIUTEHHBIX XPOMOCOM
B 1934 r. Hauyanach OypHOE OOCYXKIEeHUE UX CTPYKTY-
pBI ¥ reHeTn4YecKoit opranm3annu, n1 H.K. Komsmos
(Koltzoff, 1934) cnenain psio npeanoaoXeHnil, KOTO-
pble TIPUBJIEKIM BHUMaHUe ucciaenosBateneil. OH
MEePBBIM BhICKA3aJl TUIIOTE3Y O TOM, YTO XPOMOCOMBI
3TOTO TUIIA COCTOSAT U3 MHOTUX HUTEM, T.€. OHU MHO-
roHuTYaThle (UM TOJIMTEHHBIE), KPOME TOro, OH
MPEANOI0XKUII, YTO TeHbl HAXOOITCS B MEXIUCKax
MOJIUTEHHBIX XpoMOcoM. ITocsie 3Toro nmpoo6aeMsbl re-
HETUYECKOM OpraHU3aLi UHTeP(da3HbIX XPOMOCOM
OKa3aJIMCh B LIEHTPE BHUMAaHUSI MHOTUX IeHETUKOB
Ha JoJirMe rojabl. BhicKa3bIiBalu MHOTOYMCICHHBIE
TUMOTE3bI, U3 KOTOPBIX XOTEJIOCH Obl YIOMSIHYTh TPU:
(Crick, 1971; Paul, 1972; Zhimulev, Belyaeva, 1975).
B niepBBIX IBYX aBTOPHI NPEANOIOXUIIN, YTO KaKIbIi1
reH 3aHUMAaeT JUCK Y COCEIHUI ¢ HUM MEXIUCK, aB-
TOPBI TPEThE il MPEAITONIOXWIN, YTO TEHBI JOMAIITHETO

XO35MCTBA U TEHBI pasBuTHuad 3aHMMArOT COOTBET-
CTBECHHO MCXKIMUCKHN U pa3HbIC TUIIbI JUCKOB.

Panee Hamu GBI IIpEIJIOXKEH METOI OTHOBPEMEH -
HOM JIoOKaJau3aluy AMCKOB M MEXIMCKOB Ha pr3uye-
ckoii kapte JHK 1 Ha 1uToorudyeckoi Kapre, 4ro
MO3BOJIMJIO COBMECTUTh PACHOJIOKEHE T€HOB Pa3HbBIX
TnoB Ha Xpomocomax 1 Kapte JIHK. Ha ciaenyromem
aTare, MCHOJIb3ysl Pa3Inyus B CIIEKTpax OEJIKOB U MO-
IrpUKaIMii THICTOHOB B y4aCTKaX JIOKaIN3allui TeHOB
pa3HbIX TUIIOB, pa3padoTaad MaTeMaTUYeCKyl0 MO-
Jenb opraHu3anuu xpomatuHa (4HMM) (Zhimulev
et al., 2014). C noMoIIbIO 3TOII MOJENIM BECh XpOMa-
THUH B MHTEeP(@a3HBIX Sapax KJIETOK APO30(MUILI OBIT
pa3zaesieH Ha YeThIpe COCTOSIHUS (Ha3BaHbI, KaK IpH-
HSTO II0 Ha3BaHMIO ONTHMYECKOIO IIBETa — aKBama-
PVH, JTa3ypuUT MayiaxuT, pyouH). Kaxxnsiii IIBET COOT-
BETCTBYET CTENEHM OEeKOHJIEHCAlIMM XpOMaTWuHa U
OTKPBITOCTH €T0 IJisk TpaHCKpUITny. CaMblil IeKOH-
JIEHCUPOBAHHBIM — aKBaMapMH, CaMblii KOHIECHCH-
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pOBaHHBIN — PyOMH, COOTBETCTBYIOT MEXIVCKAM U
YepHBIM IMCKaM COOTBETCTBEHHO, JIa3ypUT — 3TO Ce-
pble pa3pbIxJieHHble AucKu (Zykova et al., 2018). bna-
rogapsi 3Toii MOAEIN BCe TeHBI TeHOMa IPO30(UIIbI
ObUIM paclipelesieHbl B IBe IpyImbl — 6562 reHa no-
MalITHETO XO3sTCTBA (B JINTEpaType TAKKE UCIOTb3YeT-
Cs TEpMHMH “TE€HBI C ITOBCEMECTHOM aKTUBHOCTBIO”),
IMPOMOTOPbI KOTOPBIX PACITOJIOKEHBI B y4aCTKAaX XPO-
MaTUHA TUIIA aKBaMapUH (MEXIUCKU MOJUTEHHBIX
nHTep(ha3HBIX XPOMOCOM), a TeJIO TeHa (3K30HBI U
MHTPOHBI) — B XpOMAaTHHE Ja3ypuT (B CephIX AUCKaX
MMOJIUTEHHBIX XpoMocoM). OcTtaBmmecs 5664 reHa
Pa3BUTHSI PACITOJIOXKEHBI B OCTAJILHOM YaCTH FeHOMA.

B obGnacti ucciaenoBaHuii opraHU3alvuy MPOMOTO-
POB Yy TEHOB BBICIIIMX Metazoa JOCTUTHYTbI OTPOMHbIE
ycnexu. Ceifuyac XOpOIIIO U3BECTHO, YTO B OKPECTHO-
CTSIX TOYKM MHULIMALIMY TPaHCKpUIILIMU — Inr, Huke
u BhIe Ha 100—200 rmap HyKJIEOTUIIOB, PACIIOIararoTCs
crienuduIeckrie MOTUBEI (KOPOTKHE CITeN(pUIECKIE
JUISL pa3IMYHbIX (DYHKIIUU MOCIEI0BaTeIbHOCTU HYK-
JIEOTUIOB), COBEPILIEHHO HEOOXOAMMBIE IJIsI UHUIAA-
My 1 nponokeHus tpaHckpunuuu (Lenhard et al.,
2012; Danino et al., 2015; Anderson, Sandelin, 2020;
Ramalingam et al., 2021). Tem He MeHee B IIOHMMA-
HUU CTPYKTYpPbl MPOMOTOPOB BCE-TAKM ITOBOJBHO
MHOTr0 HeusydyeHHoro. Bo-mepBbiX, 10 CUX MOp HET
HCCIIeAOBAHUIA MOJTHOTEHOMHOIT OpraHM3aliy MPOMO-
TOPOB Y TEHOB Pa3BUTUSI M “JOMAIITHETO XO3SicTBa”,
MOCKOJIBKY JIO CUX MOpP He ObLIO METO/1a, MO3BOJISIIOIIE-
IO Pa3IeInuTh 3TU IPYMIIBI TEHOB, BO-BTOPLIX, HET YET-
KOT'O TIOJTHOTEHOMHOTO pa3feeHusI Ha TeHbI “moMalii-
HEro Xo3siicTBa” U TeHbl Pa3BUTUSI, HECMOTPSI Ha TO,
YTO CBEACHUS 00 3TOM YK€ HAKaIlJIUBAIOTCS U MTOKa-
3aHO, YTO MPOMOTOPHI 3TUX IPYIIT TEHOB MOTYT pa3-
Juyatbesi. B naHHO# paboTe Mbl MOMBITATUCh HANTH
HanboJiee BaXXKHbIE 3aKOHOMEPHOCTH B OpraHU3aIun
MOTHBOB B IIPOMOTOpPAxX T€HOB “IOMAIITHETO XO3Sii-
CTBa” U reHax pa3BUTUSI B TTIOJIHOM T'€HOME IPO30(DUIIbI.

MATEPHAJIbI U METO/bI

Mpb1 nipoaHanu3upoBain 13574 6enoK-KOAUpPYO-
mux reHa Drosophila melanogaster 13 6a3bl TaHHBIX
FlyBase (R 5.57). B ananu3 O0bLUIM B3SITHI 5'-001aCcTH
reHoB oT —300 o +200 Im.H. OTHOCUTEILHO CATOB
Hayajia TPaHCKPUIILUU M TOJHOCTbIO KapTUPOBaH-
HbIE B JOME€HAX COCTOSIHUIA XpOMaTHHA aKBaMapuH,
JIa3ypuT, MajlaxuT U PyOMH, KaK OIMCaHO paHee
(Levitsky et al., 2020). M3 ananm3a ObUIH yaajaeHbI BCe
OKOJIOTIPOMOTOPHBIE YYaCTKU, KOTOPbIE UMEIU KO-
IUPYIOIINE TIOC/IeIOBAaTEeIbHOCTSIM B Mpeaesiax aHa-
Jm3upyeMoii ooiaactu. Takum o6pazomM, HaGOp OKO-
JIOTIPOMOTOPHBIX Y4aCTKOB COOTBETCTBOBA 6562, 874,
1628 u 3162 reHaM aKBaMapWH, JTa3ypUT, MAJIAXUT U Py-
OVMH COOTBETCTBEHHO. MBI NMPUMEHWUINU WHCTPYMEHT
STREME njis de novo moricka MOTMBOB B OKOJIOIIPO-
MOTOPHBIX YYaCTKOB JIJIsI KaXKIOTO COCTOSIHUSI XpOMa-
TUHA B TPEX TeCTaX, OTHOCUTEILHO JIMOO APYTHX COCTO-
STHUI XpOMaTHHA, IM00 Habopa Mmoce0BaTeIbHOCTEH,
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colepXallero ciydyailiHble T€HOMHbIE JIOKYChl. MbI
MPUMEHWIH TTonpaBKy boHdeppoHu K oboraiieHHbIM
MoTtuBaM: 3HadyeHue p/N < 0.05, toe p o3HaYaeT cTaTh-
CTMYECKYIO 3HAYMMOCTh MOTHBA, a N 0003HaYaeT KO-
JmuecTBo MoTtuBOB, HaiimeHHbIX STREME (https://
meme-suite.org/meme/doc/streme.html). Mcnonab3o-
Bau uHcTpyMeHT TOMTOM (https://meme-suite.org/
meme/tools/tomtom) 1j1s1 cpaBHEHUSI 0OOTallleHHBIX
MOTHUBOB C MOTMBaMH ISl U3BECTHBIX (haKTOpOB
TpaHckpunuu wu3 6a3 manHeix CISBP (http://
cisbp.ccbr.utoronto.ca/) u JASPAR (https://jas-
par.uio.no/).

PE3YJIBTATBI U OBCYXIEHHME

Bocrionp3oBaBmmchk gaHHbIMA Monean 4HMM,
MBI OTOOpaJIM TEHHI “TOMAIITHETO X03d1CcTBa” 1 TeHBI
pa3BUTHS B TIOJTHOM TeHOME Ap0o30GWIbI U 3aTEM 00-
paboTaiu mocaeaoBaTeIbHOCTA HYKJIEOTUAOB B IIPO-
MOTOpax 00erx I'PYIII I€HOB C TOMOIIIBIO MHCTPYMEH-
ta STREME (Sensitive, Thorough, Rapid, Enriched
Motif Elicitation). Dta rmporpamMma Io3BOJISIET BbISIB-
JISITh de novo oborailieHie MOTUBaMM B OMPeNeIeHHbIX
paiioHax reHoMa. WM3y4eHbl OKOJIOIPOMOTOPHBIE
yyacTtku (oT —300 go +200 1.H. BOKPYT TOYKWA UHU-
[UALVU TPAHCKPUITINN) Y 6562 TeHOB M3 aKBaMapuH
XpOMaTWUHA MPU CPaBHEHUU MX C TTOCJIeI0BATEIbHO-
CTSIMM T€HOB KOHTPAaCTHOIO COCTOSIHUSI — pyOUH
(3162 reHoB), a TaKKe IPOTHUB I'eHOB ITOJIHOTO TeHO-
Ma 1p030(MUJIBI U TPOTHUB CYMMBI TEHOB B TPEX COCTO-
STHUSIX, VICKJTIoYast akBaMmapuH (5664 rena). Hamm
pe3yabTaThl MOKAa3aJii, YTO MOXHO BBIICINTh JOCTA-
TOYHO MHOTO MOTHUBOB, IO KOTOPBHIM Pa3inyaloTcs
IIPOMOTOPBI T€HOB, JTOKAJIM30BAaHHLIX B Pa3HbBIX CO-
CTOSTHUSIX XpoMaTuHa. IloaToMy mjIs yXKeCTOYeHUS
CTeTIeHU JOCTOBEPHOCTU OLIEHOK M3 3TUX 3HAaYeHUi
OTOOpaJIv TOJBKO T€, KOTOPbIE YIOBIETBOPSIOT CJEMy-
IOLIMM JOIOJTHUTEIbHBIM KPUTEPHUSIM: MaKCHMaJIbHO
HU3Koe 3HaueHue F-value, MakcuMaJibHOEe oboralie-
HUE II0 CPaBHEHUIO ¢ (DOHOM, HaJIMYKMe CBEICHUI B
Ipyrux 6a3ax JTaHHBIX, a TAKXKE BOCIIPOU3BOINMOCTD
B pasHbIX BapuaHTaxX cpaBHeHMii. OKas3ajoch, 4TO
STUM KPUTEPUSIM YIOOBJICTBOPSIOT TOJIBKO YeThIpe
motuBa: M1BP (fd19B), BEAF-32 (pnr, DREF), crp
(sna, sage, grh), kni (CG7928, slbo) (puc. 1a). JIoka-
JIM3alMs 3TUX MOTHMBOB B OCTaJIbHBIX XpOMaTHHAX,
IMMOMMMO aKBaMapuHa, IIoKa3aHa Ha YPOBHE OCH a0bC-
ucc (puc. l1a).

AHajiornuHasi pabota ObU1a MpoBeAeHa JIJIsI CpaBHE-
HUI1 TEHOB B MaKCUMaJIbHO KOHTPACTHOM COCTOSIHUU
pyouH (maHHBIE He IIPUBOASTCS). BEISIBICH omuH
HaunboJee yctoiunBblit MOTUB — TATA-OoKC.

Okazajioch, 4TO Cpelu MPOMOTOPOB T€HOB HO-
MaIITHETO XO3SMCTBA Y APO30(HIbl BO3MOXHEI pa3-
HOOOpa3Hble KOMOMHALMM MOTHUBOB. Kpome Toro,
33% TeHOB 3TOr0 THUIIA BOOOILE HE UMEIOT HU OTHOTO
U3 3TUX MOTUBOB (puc. 10). AHamorndHass padbora
ObUIa MIpoBeleHa IJis aHajn3a IIPOMOTOPOB I'€HOB
pa3BUTHS, UMEIOIIINX TOJIBKO OUYEHB CITeIIN(PUISCKUI
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Puc. 1. XapakTepucTUKH ITPOMOTOPHBIX YYaCTKOB 6562 re HOB JOMAaIIIHEro Xo3siicTBa apo3o¢uibl. (a) CymMmmapHasi JoKaau3a-
1IMsI MOTUBOB OTHOCUTEJIbHO TOUKU MHULIMALIMY TPAHCKPUIILIMU (KpacHasi cTpesika). 1o ocu abcuucce nmokasaHo pacCcTosIHUeE
IO TOYKU MHULIMALUY TPAHCKPUIILIMHY, IO OCH OPAMHAT 4acTOTa JIOKAIM3allMi MOTUBA B TaHHOM KOOPAMHATE OKOJIOTPOMO-
TopHOro yyactka. [IpuBeneHsl Haubosiee ynorpeOuTe/bHble HAa3BaHUSI MOTHBA, a B CKOOKaxX yKa3aHbl Ha3BaHUsI, KOTOpPbIE
BCTPEYaloTCsl B APYTUX CTaThsix/0a3ax faHHbIX. MU3ydyeHHbIE MOTUBbBI IPUCYTCTBYIOT TOJILKO B IPOMOTOPHBIX yYaCTKaX XpoMa-
TUHA aKBaMapuH (rojy0as IMHUS ), BCE OCTATbHBIE TIPOMOTOPHBIE O0JIACTH HE CoAepXKaT 3TUX MOTHUBOB (3eJieHasi, CUHSIS, hu-
0JIETOBast IMHUU Ha YPOBHE HYJIEBOTO 3HAYEHMSI 110 ocu abciucc). (6) Yucna reHOB JOMAIIIHETO X03SICTBa, MMEIOIITHUX TOJIBKO
OIMH MOTUB (BepTHKaJIbHasl KOJIOHKAa LM(}p crnpaBa) WiM KOMOMHALIMM MOTHMBOB (TOPM3OHTAJIbHASI MOCIEN0BATEIbHOCTD
udp BHU3Y). [IpsiMoyroibHUKaMU pa3HbBIX IBETOB 0003HAYEHO HAIMYME M3y4aeMOTO MOTHBA (OTCYTCTBUE 1IBETA B KJIETKE
0003HavyaeT OTCYyTCTBUE MOTHUBA B JAHHOM Ha0Ope TeHOB) TEHOB).

MoTuB — TATA-60KC (maHHBIE HE IIPUBOISITCS). Mo-
BBl Mes2, GAGA, ttk oOmagaroT MeHBIIIEH CIIeIM-
duuHocTrio. Takke oGHapy:keHO, 4To OkojIo 50%
TeHOB pa3BUTHS He uMetoT HU TATA, HU Kakux-Iu-
00 Ipyrux U3 HaliIeHHBIX MOTUBOB. B aHamormyHoM
CpaBHEHUU JIOKAJIU3allii MOTUBOB Y TEHOB Pa3BUTUS
MakcHMajbHas crrenrduka ooHapyxXeHa TOIbKO s
TATA-Gokca B MOJIOXKEHUU OT —75 mo —25 I.H. OT
TOYKM UHULIMALIMU TPAHCKPUITLIMU. AHAIU3, IPOBE-
JIeHHbI ¢ moMoinbio Gene Ontology, mokasaj, 4To
JIJIS1 OTAEIBHBIX TPYIIT MEXKIVCKOBBIX T€HOB, COMIEpKa-
IIUX B MIPOMOTOpPax OIMH MOTUB WIX X KOMOMHAIIUY,
XapaKTEePHO BBIIOIHEHNE OIpeaeICHHBIX (DYHKIIMIA.

TakuM 006pa3oM BIIEPBBLIE OMMCAHBI CHelUdpuye-
CKMe MOTHBBI B IIPOMOTOpPAx T'€HOB JIBYyX Pa3HbIX TUITOB
Ha YPOBHE BCETO T€HOMA M MIOKA3aHO, YTO HaOOPhI MO-

THUBOB y T€HOB “JIOMAIIIHETO XO3sI1ICTBa” ¥ TeHOB pa3-
BUTHSI COBEPIIIEHHO pa3Hble, a HanboJiee N3BECTHHIE
MOTUBBI HE SIBJISIIOTCS] YHUBEPCATbHBIMU.

BJIIATOOJAPHOCTHA

ABTOpBI BbIpaxaroT OjiarogapHocTh LleHTpy Kojuiek-
TUBHOIO TMOJIb30BaHUST “MoJieKyJisipHasi U KJIETOUHast
ouonorus” mpu UMKB CO PAH.

OMHAHCHUPOBAHUE

JanHoe vccliefoBaHue BHITTOJIHEHO TTpY (DMTHAHCOBOM
noanepxke pasnena IocymapctBeHHoro 3aganusi MMKDb
PAH Ne FWGZ-2021-0014 (IoJHOreHOMHBbII aHaIu3,
Gene Ontology aHanu3) u rpantoB PH® Ne 19-14-00051-11
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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
2 Institute 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 6bu1 oxapaktepusoBaH reH RCC1 (Regulator of Chromosome Condensation 1), KOTOPbIil CYMTAETCSI peTyJisi-
TOPOM KOHZIECHCAIIM XPOMOCOM B KJIETOYHOM LIMKJIe. DTOT TeH KOAMPYET SIAePHBII OeI0K, TocenoBaTe b~
HOCTh aMUHOKUCJIOT KOTOPOT'O BHICOKO KOHCEpPBAaTUBHA CPEIM BCEX 3YKAPUOT M COCTOUT 13 CeMU OeTa-crmpa-
JIeid, Takke U3BECTHBIX KaK CEMb ITOBTOPSIONINXCS eAMHUIL. MBI TTOKa3aiu, 4To Bce Haubojee 3aMeTHbIE
YepHbIe TUCKU TTOJUTEHHBIX XpOMOCOM (260 TUCKOB) ¥ XpPOMOILIEHTP CBS3BIBAIOT aHTUTEJIA HA 3TOT GEJIOK.
Mg oOHapyxwin, 4yTo aHTuTeaa Ha 0enok RCC1 kceHormyca crienn¢puyecKyd CBSI3BIBAIOTCS C OEIKOM
RCC1 npo3oduibl 1 yesoBeka, Mpu 3TOM B JIMHUSX IP030GhWIILI C TTOJaBJICHUEM HelopeTInKaLuy ITPOKC-
XOJUT yBeJIMUeHUE OTHOCUTEIbHOTO KonndecTBa 6enka RCC1 o cpaBHEHUIO ¢ AUKUM TUTIOM.

Karoueesbie croea: TeHBI “IOMAaIITHETO X035MCTBA”, TeHBI Pa3BUTHUS, TUCKU, MeXnrcKu, 6eaok RCC1, monu-

TEHHbIE XpOMOCOMBI, Drosophila melanogaster

DOI: 10.31857/50475145023020076, EDN: XFQNTP

BBEAJEHUWE

B monurenHbIx xpoMmocomMax Drosopohila, Kak ObI-
o moka3aHo Ha Kaprax H.K. Komwuosa (1934) u
bpumxeca (1938), BbIOENAIOTCS TakKue CTPYKTYpHI,
KaK MEXIUCKU, cepble U YepHble nucku. M3BecTHO,
yto y Drosophila melanogaster reHoM paznesisieTcsl Ha
JIBE TPYMIILI: Te€HBI “IOMAIITHEro X035iicTBa” 1 T€HbI
pa3Butus (TKaHecneuuguueckue reHnl). OKas3anoch,
YTO TEPBbIE 3aHUMAIOT ABE CTPYKTYPhl — MEXIUCK U
CephIii MCK, a BTOPbIE PACIIOJOXEHBI B YEPHBIX IUC-
kax. PaHee Mbl ory6rKoBanyu Moenb 4-X COCTOSTHUI
XpOMaThHa, KOTopasi MO3BOJISIET XapaKTepru30BaTh JBa
TUMA JMCKOB: YEPHBIE U cepble MO OETKOBOMY U TeHe-
THYecKoMy coctaBy (Zhimulev et al., 2014). OnHum u3
MEePCNEKTUBHBIX OMOMapKEepOB KaHIIEpOreH3a SIBJISIET-
cs1 reH RCC1 (Regulator of Chromosome Condensation I).
OH KoaupyeT SIIepHBINA 0eIOK, MOCIeI0BaTeIbHOCTh
AMUHOKMCJIOT KOTOPOTO BBICOKO KOHCEpBaTHBHA

cpenu Bcex aykapuot. benmok RCC1 aBnsieTcs pakTo-
pPOM HYKJIEOTMIHOrO OOMEHa ISl SIIepHOro Oeska
Ras-related nuclear protein (Ran), koTopbiii Ipem-
craBisieT coboit 'Tdazy. RCC1 takke urpaet Bax-
HYIO POJib B COOpKE BepeTeH JeJIeHUsI BO BpeMsl MU-
TO3a, TPEAOTBPAIlEHUN MHOXKECTBEHHOM peIlIiKa-
o S-¢asel JHK, TpaHcmopTUpOBKHM sSIepHOTro
MaTepuajga U PeKOHCTPYKIHMHU sIIepHOM MeMOpaHbI
(Makde et al., 2010). M3 nureparypHBIX JaHHBIX
ocTaeTcs He O KOHIIA MOHSITHBIM B KaKUX CTPYKTY-
pax MOJIMTEHHBIX XPOMOCOM JIOKAJIM3YETCST 3TOT Oe-
Jok (Frasch, 1991). Kpome Toro, Kak oka3anoch I'eH
RCC1 sBnsieTcst OHKOT€HOM, OT U3MEHEHUI aKTUB-
HOCTH KOTOPOTO 3aBUCUT (pOPMHUPOBAHUE OITyXOJICA.
HenasHo Obina n3ydyeHa nmoreHuuanbHast poib RCC1
B 33 onyxoJieBbIX 00pa3oBaHUsIX HAa OCHOBE 0a3 JaH-
HbIx Cancer Genome Atlas, Genotype-Tissue Expres-
sion 1 Gene Expression Omnibus. Pe3yabraThl 110Ka-
3ayin, 4To rTeH RCC ] oueHb BBICOKO 3KCIIPECCUPYETCS
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Ta6muua 1. Jlokanuzauust antuten Ha 6esiok RCC1 B nonuteHHbIX XxpoMocoMax D. melanogaster

XpomMmocoma chr4 chrX | chr2L | chr2R | chr3L | chr3R Bcero
Paiionsl cBsi3piBaHust 6esika RCC1 2 53 43 48 63 260
(4epHbIe TUCKM)
CaiiThl NO3IHEN perIUKALIMU 100% 83% 75% 88% 88% 92% | CpenHee 3HaueHue 88%

B OOJILIIMHCTBE 3JI0KAYE€CTBEHHBIX HOBOOOpa3oBa-
HUI 9eJ0oBeKa B OTIMYME OT 3IMOPOBBIX TKaHel (Wu
et al., 2021).

MATEPHAJIBI U METO/bI
Obsexmul uccredoearus

B xauecTBe 00BEKTa MCCASAOBAHMUS MBI UCIIOIb-
30BaJIM IJIOJOBYIO MYIIKY Apo3oduny (Drosophila
melanogaster). Myx BblpallMBaJld Ha CTaHAAPTHOM
cpede U3 KyKypy3HOi MyKM, IpOX:Keil, arapa M I1aTo-
ku ipu 18, 22 vn 25°C. JIunus Oregon R ucnonb3o-
BaJlach B KauyecTBe AUKOro tuna. Jlunus Rifl! Obuia
mobe3Ho mpenocraBieHa JIxkapenom HopamaHow,
oTnen OWOJOTMYECKMX HayK BaHaepOWIbTCKOro
yuusepcurera, CIIA. Jlunuu w; ru h SuURFES,
X YX Y. X Yyw; SuURES, Su(var)3-9u X" YX"Y.X"Y
yw; Rifl'; SuURES, Su(var)3-96 6b11m 110oJaydeHbl pa-
Hee B Hallleli 1adopaTopum.

Hmmyﬂooxpamueaﬂue NOJAUMEHHBIX XPOMOCOM

g MMMyHOOKpaIIMBaHUS TIpeTapaThl CITojac-
kuBanu B pactBope PBST. He momyckas mepechixa-
HUS TIperapara, HaAaHOCWJIM TIepBUYHBIC aHTUTEsa
B GitokupytomeM Oydepe (2% OBIYMIT CBIBOPOTOU-
Hb1i1 ansoymuH B PBST) u mHKyOupoBaau Bo BiaxK-
HOIi Kamepe B TeueHue 2 U ITpU KOMHATHOM TeMIiepa-
type. Hanee npemnaparsl orMbIBaix B pactBope PBST
W HAHOCWJIM PACTBOP BTOPUYHBIX aHTUTEN, KOHB-
IOTUPOBAHHBIX C (hJIyOPOXPOMOM, B OJIOKMpPYIOILIEM
oydpepe. MukyoupoBanu B TedeHue 1.5 4, 3aTeM CTeK-
J1a BHOBB OTMBIBaIK B pactBope PBST (3 cMmeHsI o
5 MuH). /lanee Ha moACYyIIEHHBIE MperapaThl Kanajiu
o 8 MxJ1 pactBopa (cMecb DABCO u DAPI, Abcam)
W HaKpbIBAIM TTOKPOBHBIM CcTeKsIoM. LluTomornye-
CKUii aHaJIu3 U poTorpapupoBaHue MPOBOIWIN MPU
nomoinu mukpockona Olimpus BX-50F. Kaxnwbrii
SKCTIEPUMEHT TTOBTOPSIJICS HE MEHee IISITU pas, Ipu
9TOM BO BCEX CIydasix XapaKkTep OKpacKu BOCIIPOU3-
Bomuics (Vatolina et al., 2011).

Becmepu-6a0m eubpuduzayus

st BecTepH-06JI0T rubpuan3aliiu MCTIOIb30BaIU
CIIIOHHBIC Kene3bl Apo3oduiabl (20 map Ha OOHY JIO-
POXKY) M KyJabTypy KieTok yesoBeka HEK (okoso
10° xJIeTOK Ha OHY IOPOXKY). Bece 06pasibl 6bLUIH
Jm3upoBaHbl B 0ydepe (50 MM Tpuc-HCI, 150 MM
Nac(l, 0.1% Triton X-100, 0.1% SDS, 1 MM PMSF) n
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9KCTPAKT TOTaJbHBIX O€JIKOB ObLI HAHECEH Ha IOJIM-
aKpWIAMUIHBIN Iejib. DIeKTpopOopeTHIECKOe pas3ueie-
HUE OEJIKOB B MCCIIEAyeMBIX 00pa3iiax IIPOBOAWIN B
kaMmepe BioRad no cranmapraomy nportokoiny B 10%
SDS—nonuakpunamuaHoM rejie. Ilocie pazneneHus
Ha rejib ¢ 00pa3loM HaKJIaAbIBaJI MeMOpaHy U IIpO-
BOOWJIMN DJICKTPOIIEPEHOC B OXJIaxKIEHHOM Oydepe
(0.2 M tmunuH, 0.025 M Tpuc u 20% MeTaHo) B Te-
yeHue 1 4 IIpu IIOCTOSIHHOM ToKe. [lepBuyHbIe aHTH-
TeJla pa3BOAWIN B OJIOKUPYIOIIEM pacTBOpe (MOIUK-
JIOHaJIbHBIE aHTUTeJIa KpojmKa K 6enky RCCI kce-
Honyca (Invitrogen) — 1 : 1000; MOHOKJIOHAJIbHBIE
aHntuTesia MblM K ructoHy H3 (Novus Biological) —
1 : 10000. MeMmOpaHy momeniaiy B pa3BeAcHHEIC
nepBUYHBIE TeJla U MHKYOMpoOBaau 1 4 mpu KOMHAT-
HOI1 Temmeparype Ha 1eiikepe mpu 45—50 06./MuH.
3arem npombiBaii B 1X PBST. MMMyHomeTeKLIIO
npon3Boanian ¢ momolkio Hadbopa Novex ECL Che-
miluminescent Substrate Reagent Kit (Invitrogen).
AHanu3 pe3yJIbTaTOB IIPOBOAMIICS IIPU ITOMOIIU TO-
norpacda Amersham Imager 600 (GE Healthcare Life
Sciences) u mporpammbl ImageJ (Thacker et al., 2021).

PE3YJILTATBI U OBCYXIEHHWE

HecmoTtpst Ha TO, 4YTO OUCKM B MOJUTEHHBIX XPO-
MOCOM MPEACTABIISIIOT TOJBKO MOMEPEYHBIE TTOJIOCHI,
pa3Hble TUTIBI CEPBIX U YEPHBIX TUCKOB OTJIUYAIOTCS
10 TeHETUYECKOMY COCTaBy, MOP( OJIOTUH, perInKa-
IIMOHHOI aKTUBHOCTH, OEJIKOBOMY COCTaBY U HyKJIE-
OCOMHBIM MoaudpukauusM (Zhimulev et al., 2014). B
XOJIe Hallleil paOOTHI MBI OOHAPYKWIN, YTO aHTUTEJIA
Ha 6enmok RCCI1 kceHomyca cieim(UIeCcKN CBSI3BI-
Barorcst ¢ O0enkoM RCC1 gposoduibl 1 deloBeka
(puc. 1). MbI MAKCMMaIbHO TOYHO IIPOKAPTUPOBAJIN
nokanu3auuio RCCI B cTpykTypax XxpomMocoMbl. B
MOJUTEHHBIX XpoMocoMax aHTuTeJa K 6esky RCCI
CBSI3BIBAIOTCS UCKJIIOUMTEILHO C BHICOKO KOMIAKTH-
30BaHHBIMM YEPHBIMU IUCKAaMU, B KOTOPBIX pacmo-
JIOXKEeHBI TeHbI pa3BuTus. 111 KOHTpacTa JoKaau3a-
Oy OOHOBpeMeHHO KaprtupoBaimm Oeinmok CHRIZ,
KOTOPBII CBSI3BIBACTCS C paiiloHaMU OOraTbIMU CEPhIMU
JUCKaMU U MeXauckaMu. B pesynbrate B XpoMocoMme
CTAaHOBWJIMCH 3aMETHBIMU IIPOTSDKEHHBIE YYaCTKU
MEXINCKOB U TOHKMX CEPhIX TUCKOB 0€3 JIoKaamn3a-
uu 6enka RCCI1, a Bcsa meTka Ha 6e10k RCC1 npu-
XOOWJIaCh Ha YEpHBIE NUCKU U IIPULEHTPOMEPHBIM
rerepoxpoMaTuH (puc. 1la). Mpbl oOHapyXuWIu
260 paitoHoB cBs3biBaHus 6eka RCC1 B uHTepdas-
HBIX IOJIUTEHHBIX XpOMOCOMaXx Apo30¢ubl (Tadm. 1).
Bo Bcex ciyyasix 3TO OBIIM 4YepHBIE TUCKM U 75—
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Puc. 1. Xapakrepucrtuka 6enka RCC1 npo3oduibl mpu nMoMoiuy MMMYHOOKpPAIIMBAaHUS U BECTEPH-0JI0T TMOpUAN3ALINH.
(a) MMMmyoHOOKpamBaHue oJauTeHHbIX XxpomocoM Ha 6esiku RCC1 u CHRIZ. XKenroii ctpenkoit o6o3HaveH paiioH 31A-F,
coiepxXaluii okoo 36 cepbIx AUCKOB. (6) Mopdonorust mpuiIeHTPOMEPHOTO reTepOXpoOMaTUHA APO30(MUILI MEXIY Y4acTKa-
mu 80A-C u 81F TpeTbeii MoIuTeHHOM XpOMOCOMBI AMKOTO TUTIA U IMHUI C MyTallsSIM, TIPUBOISIIMX K OJIUTEHU3ALMU JaH-
HOTO y4yacTKa: XpoMOcoMbl TuHuu Oregon (mo6e3Ho rnpenocrapieHo T.[. KonecHUKoOBOIM); XxpoMocoMbl TuHUU Oregon mon
3JIEKTPOHHBIM MUKpOcKoIioM (Semeshin et al., 2001); XpoMOCOMBI IMHUM ¢ MyTaLueit Su URES (Semeshin et al., 2001); xpomo-
COMBI JIMHUM C MyTalmei Su URES y Su(var)3—906 (Andreyeva et al., 2007); XxpoMOCOMBI JIMHUU ¢ MyTatmeit Rif1 1 ; XpPOMOCOMBI
JIMHUM ¢ MyTaLmeit Su URES Su( var)3—906 Rifl ! (mo6e3Ho npenocranieHo T.J1. KonecHukoBoii). (B) [TonykonnuecTBeHHas Xa-
pakTepucTuKa 1 ornpenencHue pa3mepoB 6eika RCC1 gpo3oduibl 1 yejloBeKa ¢ ITOMOIIbIO BECTepH-0JI0TTUHTA: 1 — KyIbTypa
KJIeTOK rmouek aMopuoHa yesoBeka (HEK 293); 2 — cimtoHHbIe XeJie3bl Apo30oduibl TuHUM Oregon; 3 — CIIIOHHBIE XeJIe3bl IpO-
30(WIBI TUHUU Su URES Su( var)3—90 6; 4 — cIIOHHBIE XKeJIe3bl po30dubl TUHUM Rif ] 1 ; 5 — CIIOHHBIE XKeJIe3bl IPO30MUIIbI T~
vuu SuURES Su( var)3—906 Rifl 1 (r) AHaIM3 pe3yIbTaTOB BECTepH-0JIOT MpU MoMoIu ITporpaMmbl ImagelJ, conepxanue nopo-

Xek 1—5 aHajmoruyHo (B).

100% w3 HUX JEMOHCTPUPOBAIM HATWYUE MO3IHETO
3aBepIlICHUs] peIuiMKauuu. Takum oOpa3oM, y Hac
TOSIBUJICS XOPOILIMI MapKep KaK Ha TeHbl pa3BUTUS,
JIOKAJIM3OBAHHbIC B YUCPHbIX INCKaX, TaK U HAa MOACJIb
OHKOTI'€He3a Ha apo3oduie.

B pa6ore M. ®paliia 6610 OTMEUEHO, YTO OEJIOK
RCC1 nokanusyetcst BO Bcex 0€3 MCKITIOUEHUS TNC-
Kax moauteHHbIX XxpoMocoM (Frasch, 1991). Ho kak
cJielyeT U3 ONMCaHHBIX BbIIIE PE3YJbTaTOB KAPTUPO-
BaHus 6eaka RCC1, oH XxapaKTepeH TOJIBKO IS Yep-
HBIX KOHAEHCUPOBAHHbBIX AUCKOB U MPULIEHTPOMEP-
HOTO reTepoXpoMaTrHa, U3-3a Yero Ha XpoOMOCOMe
0003HaYeHbI MPOTSIKEHHbIE YYACTKU CEePhbIX AVMCKOB
6e3 sokanu3auuu 6enka RCCI1 (kenrtast cTpenika Ha
puc. 1a). [Tomo6HbIE pa3nuuns B CBI3bIBAHUU OTHO-
T'O M TOTO Xe OeJika MOTyT TOBOPUTh O Pa3HbIX MeXa-
HU3MaxX aKTUBUPOBAaHMSI F€HOB Pa3BUTHUSI U TEHOB
“moManrHero xo3siiicTea’”.

MN3BecTHO, UTO YepHBIC AUCKHM YaCTO UCITBIThIBA-
IOT HEIMOJHYIO MOJUTEHU3aUNIo (HeIOPEIUINKAIIMIO)
B pe3yJibTaTe Yero MaTepua YepHBIX TMCKOB B XpO-
MOCOMax HOpPMaJbHBLIX JIMHUNA HEIOIPENCcTaBIeH
(Zhimulev et al., 1982). Ml ncrionb3oBajiiv BectepH-
0J10T TMOPMAN3ALINIO TSI OIIPEASIICHUST MOJIEKYJISIP-
HOT'O Beca U IIOJIYKOJIMYECTBEHHOTO aHajam3a Oeiaka
RCC1 B muanu Oregon v B IMHUSIX C Pa3HBIMU 103a-
MU MYTaHTHBIX T€HOB, IIPUBOISIINX K BOCCTAaHOBJIE-
HHUIO HEIOPEeIUIMLMPOBAHHBIX PallOHOB XPOMOCOM
npo3oduisl (puc. 16, 18). C moMoIIbo IporpaMMbl
ImagJ 6bUIO MTOKa3aHO, YTO B JIMHUSIX C MyTaLlUSIMU
SuURES Su(var)3-9%, Rif1' u SuURES Su(var)3-9° Rifl’
oTHocutenbHOe KoandecTBo Oeiaka RCC1 B kieTkax
CJIFOHHBIX 3KeJIe3 YBEJIMYMBACTCSI B CPABHEHUU C V-
KUM TUIIOM OoJjiee yeM B Tpu pasa (puc. 16, 1B, 1r).
MHTepecHO TO, 4TO MOC/e MOAaBJICHUST HEJOPETUIN-
KalliU B IIPULIEHTPOMEPHOM I'eTepOXPOMATUHE MOXK-
HO HaOJI0[aTh XapaKTEepHYIO ST MJed XpPOMOCOM
kapTuHy: 0enok RCCI1 cBsg3pIBaeTcsl C TEMHBIMU
yuyactkamu, a CHRIZ co cBeT/ibIMU yyacTKaMu Xpo-
MOCOMBI.
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Conservative Protein RCC1 Is a New Component of Black Bands
of Drosophila melanogaster Polytene Chromosomes

T. Yu. Zykoval *, M. V. Maltseva', S. A. Demakov!, G. V. Pokholkova', Yu. A. Veryaskina',
O. I. Lavrik?, T. D. Kolesnikova!, and I. F. Zhimulev'
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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, RCC1 protein, polytene chromo-

somes, Drosophila melanogaster
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