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Jlyuenepsie pwIObI (Actinopterygii) — O4YeHb pa3HOOOpA3HBIII U MHOTOYHCIICHHBIH KIacC TO3BOHOYHEIX.
[Tomumo MHOTO00pa3Hs IKOJIOTHUSCKUX HHUII U BHEIIHEH MOP(OIIOTHH NPEICTaBUTEIN STOr0 Kilacca CHIIBHO
pa3nuyaloTcs Mo MeXaHW3MaM onpeesneHus moia. K coxaaeHuro, CoBpeMEHHbIe 3HaHHUS O MEXaHU3Max OIpe-
JICJICHHS T10J1a BHYTPH 3TOT'0 TAKCOHA OTPaHUYCHBI JIUIIb HeOOIIbIIOi rpymnoi BunoB. Ho naxe U3 Tex HEeMHO-
I'HX OIyOJIMKOBAHHBIX PAbOT MO ATOH TeMe OUEBHIHO, YTO BOJIIOIUS CUCTEMbI ONpPEIeICHHs oA Y JTyyere-
PBIX PBIO OYEHb IUIACTHYHA: Y HEKOTOPBIX OJM3KOPOJICTBEHHBIX BUIOB MOJIOBBIC CHCTEMbI CHIIBHO PA3INyaroT-
51, IMCIOTCSI TAKCOHBI C OTHOCUTEJIFHO KOHCEPBATHBHBIMU CHCTEMaMH, OJTHH H T€ K& TCHOMHBIE JIOKYCBI MOTYT
UCIIOJIb30BATHCS B POJIM MEPEKIIIOYaTe s 0Jia HE3aBUCHMO B Pa3HbIX rpymnmax. Takoe pazHooOpasue Jeriaet
JIy4enephIX PbIO XOPOIIMM MOJCIBHBIM TAKCOHOM JUISl HCCIICA0BAHNS BOSHUKHOBECHHS M BOJIIOLMH Pa3IHYHBIX
CHCTEM OIIpeZeNeHus moja. B HacTosIemM 00630pe paccMaTpuBalOTCs OCOOCHHOCTH ONPEAENICHHUS 0 JIyde-
MePBIX PBIO, KOTOPBIE OTIMYAIOT UX OT OCTAIBHBIX MO3BOHOYHBIX. Oc000€ BHUMAHHE y/IEICHO Pa3JIMYHbIM Te-
HETHYECKUM U MOJICKYJIIPHBIM MEXaHH3MaM OIPE/ICJICHHUS 110J1a, OIMCAHHBIM B MOCJEHEEe BPEMs B 9TOM TaK-
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KinwoueBbie cinoBa: IIO3BOHOYHBIC, ITOJIOBBIE XPOMOCOMBI, I'€HBI-OIIPEACIIUTEIIN 10J1a.

Jlydenepble pbIObI MPEACTABISIOT COOOW CaMblii MHOTO-
YHCJICHHBI KJIacC MO3BOHOYHBIX M BKIIIOYAIOT B celst Ooiee
24 teic. BunoB poid (Nelson 1994), npoxuBarnux B pa3Ho-
00pa3HBIX THIIAX BOJOEMOB 10 BCEMY MHPY. OTa IpyIIa BbI-
3bIBAE€T OCOOBII MHTEpPEC C TOYKM 3PEHUS M3YUEHHs MeXa-
HHU3MOB U 9BOJIIONUH OIIPEAEICHUS TI0JIa y TO3BOHOYHBIX. Mc-
CJIC/IOBAaHUE OINPENCNICHHUS] M0Ja y HEMOJIEIbHBIX TI'PYIII
OpPraHu3MOB (B 4YacTHOCTH, pbIO, aM(pHUOMI M ITpEecMbIKaro-
MIMXCs) PAcIIUpPUIIO HAlle TMOHMMaHWE ATOro Tpolecca 3a
Ipezenbl OYeHb KOHCEPBATHBHBIX U OJHOOOPA3HBIX CHCTEM
MJICKOTIMTAIOMNX W nTul. HecMoTps Ha TO 4TO mMOAPOOHO
ObUTO M3YYEHO JIMIIb HEOOJBIIOE KOJIMYECTBO BHJOB PBHIO,
YZIJIOCh BBISIBUTH MHOT'O Pa3HOOOPa3HBIX MEXaHH3MOB OIIpe-
JIeJICHNS 110714, 3a4aCTyI0 YHUKaIbHBIX Ha YPOBHE BUIa. MHO-
THe MPOIECChl M KacKa bl KOHCEPBATUBHBI Ja)XKe MEWKY Pbl-
0aMM 1 MIICKOIIUTAIOIMMH. BosbmmHCTBO BUIOB pHIO XOpO-
IO TIOAAAeTCAd HCKYCCTBEHHOMY pa3BEICHHIO, MMEHHO Ha
9TOH TpyIIEe MOXHO HCCIEA0BaTh M TECTHPOBATh TEOPETHU-
YecKre KOHICTIIMY OIPEesICHUs 110J1a, HAauYMHAsl OT 3BOJIIO-
LMOHHBIX MEXaHM3MOB M 3aKaHYMBas OMOXUMUYECKUMHU
mporieccaMi. B M3yueHnn MoNMoBBIX CUCTEM PBIO €CTh U TIpak-
THYECKas 3HAYNMOCTb, IIOCKOJIBKY PBIOBI IPEJICTABIAIOT CO-
6011 Ba)XHBII MCTOYHHUK MHUINN, & MHOTHE UX BHIBI Pa3BOIST
HCKYCCTBEHHO B PBHIOHBIX XO34HCTBaX. 3Has OCOOCHHOCTH
OuosoruN pa3MHOXKEHHS PbIO, B TOM YHCIIC MOJICKYJISIPHBIC,
MOXHO 3HAQYHUTEILHO MOBBICHTH 3()(PEKTHUBHOCTH TAKUX XO-
3STACTB.
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Oco0eHHOCTH ompesiesieHUs M0JIa
y Jy4denepbiX pbid

[Tox yuenepbiX ppid MOXKET OIPENENAThCS KaK TeHETH-
YEeCKH, TaK U (PaKTOpaMH OKPYKAOIIEeH Cpepl (TemMIeparypa,
CoNlepKaHWe KHCIOPOJAa, 3aceleHHOCTh Bomoema) (Devlin,
Nagahama, 2002). ['ereporaMeTHbIM MOXeET OBITh KaK MYX-
ckoil (XX/XY), Tak u weHckuit (ZZ/ZW) non, nmpuiem aaxe
y OJM3KOPOJICTBEHHBIX BHJIOB 32 HEOOJBIIME MPOMEXKYTKH
BpeMeHH (10—15 MiTH J1eT) MOXKET MPOUCXOJAUTD MEPEXO OT
onmuoii cucremel k npyroit (Kikuchi, Hamaguchi, 2013).
Y MHOTHX BHJIOB KapUOJOTMYECKHU ONPEICIUTh CUCTEMY I0-
JIOBBIX XPOMOCOM HEBO3MOYKHO, ITOCKOJILKY y HUX JINOO MMe-
IOIIMECs TT0JIOBBIe XpoMocoMbl roMoMopdusl (Devlin, Naga-
hama. 2002), nmubo mon ompenensieTcsi TONbKO (aKTopamu
OKpY Karomiei cpenbl. B OOIBIIMHCTBE K€ CIIy4aeB BOIPOC O
MeXaHHU3MaX ONPeJICIICHHs T10JIa Y OTJeJIbHBIX BUIOB JIyderie-
PBIX PBIO JI0 cux mop He paspetieH. Eie MeHbIe H3BECTHO O
reHax, KOTOpbIC 3aIlyCKaloT Kackaj Au(dpepeHanuy roHal
B MY’KCKYIO WJIHM JKEHCKYIO CTOPOHY. Y MIICKOIUTAIOIINX W
NTHL TAKAMH TIOJIOBBIMU JIETEPMUHAHTAMH SIBJISIFOTCSI T'€HBI
Sry u Dmrtl, y pbiO ke ObUTIO 0OHAPYKEHO IO MCHBIICH Mepe
ISITh Pa3HbIX TEHOB, YETHIPE U3 KOTOPBIX HE SBIISIOTCS (HaKkTo-
paMu TPAHCKPHIIIMKA U PEryJUPYIOT ONpPEJeleHUe MoJia Co-
BceMm mHaue (Kikuchi, Hamaguchi, 2013). CTout oT™METHTS,
4T0 OOHApY)KEHHbIC IIOJIOBBIC JETEPMHHAHTBI, BEPOSITHO,
MIPE/CTABISIOT COOO0M JIMIIb BEPXYILIKY aiicOepra, OOJIbIINH-
CTBO I'€HOB-OMpEeNIUTeNeH noja emie He ooHapyxeHo. Cko-
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pee€ BCEro, Takas 3BOJIOIMOHHASA IJIACTUYHOCTD B I'€HAX U CU-
CTeMax OIpeNeNeHNs I0Jla MOXKET UrpaTh BaXKHYIO POJIb B
mporeccax Bumoodpasosanus (Cioffi et al.,, 2013; Kikuchi,
Hamaguchi, 2013).

Pribka Jlanno pepuo (Danio rerio) sBIseTCS OIHHM U3
MO/ICTIbHBIX BHUJIOB MOJICKYJISIPHOHM Ouosiorun u reHetuku. K
COXAJICHUIO, TeH-OIPEISIUTEINb 110JIa Y 9TOr0 BUAa OOHApY-
*uTh He yaaercs (Anderson et al., 2012). IIpumeuaTensHo,
YTO, HECMOTPSI HA TOMOMOP(HOCTH MOJIOBBIX XPOMOCOM Ja-
uuo pepro (Pijnacker, Ferwerda, 1995; Daga etal., 1996;
Traut, Winking, 2001; Phillips et al., 2006), ynanocs ooHapy-
JKUTb HOJ'IOCHCI_ll/Iq)I/I'-IH])le JIOKYCBI, 4TO HNOATBEPKIAACT POJIb
TCHETHYCCKOTO OIpeesicHus moja y 3toro Buaa (Bradley
etal., 2011). IIpu s3ToM pasHOOOpa3HBIE (PAKTOPHI OKPYKAIO-
IIei cpebl, Takue KaK T'MIOKCHS, BBICOKAs TeMIeparypa U
MePEHACENICHHOCTh BOAOEMA, OKA3bIBAIOT BIIMSHHE Ha COOT-
nomenue monoB (Pelegri, Schulte-Merker, 1999; Uchida
et al., 2004; Shang et al., 2006; Abozaid et al., 2011). [To-Bu-
JIMMOMY, OIpeJIeIeHHE 110JIa y ATOr0 BHJA IUIACTUYHO M MO-
KET ONPEHENATHCS KaK IeHeTHYECKUMHU (aKTOpaMH, TaK U
(akxTopamu okpykaromeit cpensr (Siegfried, 2010). MuaTepec-
HO, 4TO B HEJJaBHUX paboTax ObUIO MOKa3aHO, 4YTO MOJ Y Aa-
HHO PEpHO, CKOpee BCETo, ONPEACISIECTCS He OJIHUM ICHOM, a
rpymmnoii renoB (Anderson et al., 2012; Liew et al., 2012).

J1uist u3y4eHus CUCTEMBI OIIPEICIICHUs TI0J1a Y PbIO OTpsi-
na ocetpoobpasubix (Acipenseriformes) ObUT MPOBEACH P
HKCIIEPIMEHTOB C BOCIIPOM3BEIICHUEM MpOIiecca I'MHOTCHe-
3a — YACTHOI'O CliyYasl MapTeHOTeHe3a, IPH KOTOPOM CIiep-
MUH NIPOHHMKACT B SHIEKIETKY, HO CIMSHUS HX SIEP HE MPO-
UCXOJINT, T. €. B Pa3BUTHU MTOTOMCTBA Y4acTBYET TOJBKO Ma-
TePUHCKUH TeHOM. Bo Bcex 3THX 3KcCmepuMeHTax ObIIo
MIOKa3aHo, YTO MPH Pa3MHOKEHUH MaTEPUHCKOW 0COOU I'MHO-
TEHE30M B ITOTOMCTBE MOTYYaJIHCh 0COOHM KaK KEHCKOTO, TaK
U MYXCKOTO I10Jia B IPOLEHTHOM COOTHOLICHHH IPHMEPHO
65:35 (Mims etal.,, 1997; Van Eenennaam etal., 1999;
Omoto et al., 2005; Flynn et al., 2006). DT0 TOBOPHUT O TOM,
YTO )KEHCKHH 10 SIBJISIETCSI TETEPOraMeTHBIM, T. €. 0CETPO00-
pa3HBIe UMEIOT CUCTeMy ompereneHus mona ZZ/ZW (Saber,
Hallajian, 2013). HecmoTpst Ha MHO>KECTBO AKCTICPUMEHTAIIb-
HBIX MOIBITOK HAWTH KaKue-JIMOO MOJIOBbIE MapKephbl y OCeT-
poOOpa3HbIX, HM OAMH W3 IKCIIEPUMEHTOB JI0 CHUX IOp HE
yBenvasics ycnexom (McCormick et al., 2008). Oxnoli u3
IMPUYUH ITOTO ABJIAIOTCA CJIIOKHOCTH, BBI3BAHHBLIC MAJICOII0-
JIUTUTOUIHBIM CTAaTycoM TeHoMa oceTpooOpasHbix (Blacklid-
ge, Bidwell 1993; Ludwig et al., 2001).

I'enbl, BOBJIeUEeHHBIE B OIpe/eieHUe
noja peid

K HacrosimieMy BpeMEHH XOpOIIO HCCIIEOBaHbI TI'e-
HBI-OIIPEICIIUTENIN 110JIa TOJBKO MJICKONUTAIOIIMX M IITHLI.
[IpoxykTs! TeHOB Sry U Dmrtl peacTaBIsaioT co0oil pakxTo-
PBI TPAHCKPUIILMH, KOTOPBIE PETYIUPYIOT OMPEIeIICHUE TT0JIa
no cxoxkemy Mmexanusmy (Goodfellow, Lovell-Badge, 1993;
Smith et al., 2009). ¥V ocTtanbHBIX TO3BOHOYHBIX O I'€HaxX I0-
JIOOHOTO pojia M3BEeCTHO Maso. [lo-BuaMMOMY, KOIHMH TeHa
Dmprt] MOTYT HE3aBUCHUMO MPHOOPETAaTh (DYHKIIUIO OIIpeaeie-
HUS 110714, KaK OBLIO YCTaHOBIICHO Y HEKOTOPHIX aM(pHOMii
pwI0 (reusr Dmw u Dmy (Ezaz, Graves, 2012)). HenaBaue wc-
CJICZIOBAHUS MOKA3aJId, YTO PA3BUTHE FOHA/] IO OIPE/ICIICHHO-
My THUIly MOXET IEpeKIoYaThCsi HE TOJBKO (haKTopamu
tpanckpunuuu (Sry, Dmrtl, Dmy u Dmw), Ho u dakTopamu
pocta (Gsdf u Amhy) u ux peuenropamu (Amhr2), a Takxe
TreHaMH He U3 T0JI0BOoro Kackana (SdY).

I'euwvt Dmy u Gsdf. Ilony snonckoit menaku Oryzias
latipes onpenensiercst cucremonr XX/XY, rae Y-xpoMmocoma
COJCP)KUT T€H-OIPENENUTENb Mona — Dmy, TOMOJIOT TeHa
Dmrtl (Matsuda et al., 2002; Nanda et al., 2002). OxoJo
15 mutH neT Ha3ax pparMeHT, coaepKamuii Dmrtl, yaBoWIIcs,
U OJIHA M3 KOIHMH OblUIa MepeHeceHa Ha JIPYryl0 XpOMOCOMY
NPEAKOBOrO BHJA MEIAaKH, TEM CaMbIM IIPEBpaTUB €€ B
Y-xpomocomy, a ee romosior — B X-xpomocomy (Saber et al.,
2004, 2006; Herpin, Schartl, 2009). Dmrtl sxcnpeccupyercs
B TOHA/IaX HA CTaJUM 3MOPHOHA Y MHOTHX BHJIOB TI03BOHOY-
HBIX, 3TOT I'€H HE BCET/A SIBJISCTCS TIABHBIM ITOJIOBBIM JIETEp-
MHHAHTOM, HO, KaK ObUIO IIOKa3aHO, OH HE0OX0AUM JuIsl TUd-
(epeHIMANY CEMEHHUKOB y MIICKONHTAIOIINX, KYPHIBI U
menaku (Raymond et al., 2000; Smith et al., 2009; Masuyama
et al., 2012). M3BecTHO, 4TO Dmy MeIaKku SKCIPECCUPYETCS B
COMAaTHYECKUX KJIETKAX, OKPY’KAIOMINX TIEPBUIHBIC TTOJIOBBIC
KJIIETKU CaMIIOB. DKCIPECCHUSI 3TOTO T'eHa SIBIIIETCS He00X0 M-
MBIM U JIOCTaTOYHBIM YCIIOBHEM JUIA 3arycka auddepeHnna-
LMY CEMCHHHUKOB U3 NepBUYHbIX roHan (Matsuda et al., 2002,
2007). Xotst nonocrnienuuyuHas peryisinus MopdoreHesa u
TEHHOH SKCTIPECCHH TOHA/ OAHO3HAYHO KOHTPOIHPYETCS Te-
HOM Dmy, BOIPOC O CBSI3M 3THX COOBITHH M (PyHKIHHU Te-
Ha Dmy He u3ydeH moapoOHo. HecMOTpst Ha 3HaUMTEIBHOE
BHUMaHHE K TeHy Dmy, U3BECTHO JIMIIb TO, YTO MPOIYKT ITO-
'O FeHa BIIMSIET Ha €ro SKCIPECCHUIO, @ OCTAILHBIE MHUIIEHH 10
cux nop He oxapaktepuzoBanbl (Herpin et al., 2010).

VY npyrux npencrasurenei poaa Oryzias CMEHa CUCTEMBI
MIOJIOBBIX XPOMOCOM M OCHOBHOW IIOJIOBOM JETEpMHHAHTBI
MIPOHUCXOMIIa Y OJIM3KOPOJICTBEHHBIX BHJIOB BCETrO 3a He-
ckosibko MuiToHOB J1eT (Kondo et al., 2004; Takehana et al.,
2005, 2007a, 2007b; Tanaka et al., 2007). Cpenu wuccieno-
BaHHBIX BOCBMH BUI0B Dmy UrpaeT poiib reHa-ONpeIeIuTes
mona toneko y O. latipes m O. curvinotus (Matsuda 2003;
Kondo et al., 2004; Takehana et al., 2008). CpaBHUTENBHBIN
aHaJIM3 M0KA3aJl, 4TO y MecTh BUAOB ¢ XX/XY-cucremont u'y
IBYX ¢ ZZ/ZW cy1ecTByeT Kak MUHUMYM 7 CHCTEM HEOpTO-
JIOTMYHBIX TOJIOBBIX XpoMocoM. Takum o0pa3zom, BUJIbI poja
Oryzias SBASIOTCA yIOOHONW MOJETBHOM TPyNIOi s U3yue-
HUSI MEXaHN3MOB, KOTOpPBIE NIPUBENN K PE3KOI CMEHE CHCTe-
MBI IIOJIOBBIX XPOMOCOM. SITOHCKast MeJaka W OJM3KOpOI-
ctBenHble BUAbl O. luzonensis u O. curvinotus pa3oluUIUCH
okoto 10 muH ner Hazan (Kondo etal., 2004), npu stom
O. curvinotus coxpanui Dmy B Ka4eCcTBE TOJOBON JI€TEPMH-
HaHThl, a O. luzonensis yrpatui 3toT rex (Kondo et al., 2004;
Tanaka et al., 2007), 1 ero MecTo, MO-BUAUMOMY, 3aHSI T€H
Gsdf (Myosho et al., 2012). I'er Gisdf konupyeT ceKpeTopHbIit
6erok, npuHaIexKammii Kk cynepcemeiictsy TGF-B (Sawatari
et al., 2007). IIpoaykT 3TOr0 reHa ObUT M3HAYAIBHO OOHApy-
JKCH KaK COMAaTHYCCKUiH (haKTop, KOHTPOIUPYIOIIUNA MPOITH-
(depalyio MepBUYHbIX MOJIOBBIX KJIETOK U CHEPMOI'OHHEB Y
panxyxHo# ¢openu (Sawatari et al., 2007). Dxcnpeccus 3Toro
reHa Obuta oOHapyXKeHa TaKke B TOHA/IAX SIMTOHCKOM MeJaKku
n nanno pepuo (Shibata etal., 2010; Gautier et al., 2011).
[Mo-Bumumomy, Gsdf siBsieTcsi TEHOM, YHUKaJIbHBIM JIJIsL KOC-
TUCTBIX pbIO (Sawatari et al., 2007; Gautier et al., 2011). Ha
JAHHBIA MOMEHT penenTtopsl st Gsdf Hen3BecTHBI. B oTin-
4He OT IPYTUX TeHOB-ompeaenuTeneii mona Gsdf pacmonara-
eTcsl He Ha OJIHOM, a Ha 00enX MOJOBBIX XpoMocomax (X n Y)
O. luzonensis (Myosho et al., 2012). DkcriepuMeHTHI ¢ HC-
10JIb30BAaHUEM TpPAHCIeHe3a MOKa3alld, YTO TPUCYTCTBHS ajl-
Jiernst AToro reHa ¢ Y-xpomocomsl (GsdfY) noctaTtodHo Juist
TOTO, YTOOBI BBI3BaTh cMeHy mosa y 94 % XX-camok (Myo-
sho etal., 2012). TlpumedarenbHO, YTO KCHEPUMEHTHI IO
TpaHCcTeHe3y mokasanu, yto GsdfY u3 O. luzonensis mpuBo-
JUT K TPOAYKIMH MYKCKOro (eHoTnna y XX-HHIUBHJIOB
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SIMIOHCKON Menaku 1pu orcyrctBuu Dmy (Myosho etal.,
2012). YuuTtbsiBas, 4TO MPOCTPAHCTBEHHBII N BPEMEHHOM IaT-
tepH dkcnpeccun Gsdf O. luzonensis OYCHb MOXOXK Ha TAaT-
TepH 3Kcrpeccuu Dmy smoHckoi Mmemaku (Shibata et al.,
2010) m TO, YTO MATTEPHBI DKCIPECCHH T'€HOB, JISKAIIUX
HIDKE B Kackaje nuddepeHunanmum ronaa Takux kak Sox9a2,
Dmrtl n FoxI2 y smonckoit menaku u O. luzonensis, TOX0XN
(Nakamoto et al., 2009), n3MeHEeHNS B CUCTEME OTIPEICICHUS
nona, npousomentme y O. [uzonensis, MOTYT OBITH 00BsICHE-
HBI CIICTYIOIIMM 00pa3oM: T'eH, JICKAIINH HIKE MO KacKary
(Gsdf), cran He3aBUCHM OT CTapoOro reHa-oNpeIeUTeNs 1o
(Dmy) u B3su1 Ha ceOs (PYHKIUIO KOHTPOJISI B ONMPEACICHUU
mojia (Myosho et al., 2012).

T'east Amhy u Amhr2. Co BpeMeHH OOHapYyXCHHS Te-
Ha Dmy y SINOHCKOW MEIAKH HE YJaBajoCh HallTH HOBBIE MO-
JIOBBIC JICTCPMUHAHTHI Y PHIO, M TOJBKO HEIABHO TaKOW T'eH
Obu1 upeHTHGUIMpPOBaH. Y nararonckoi arepunsl Odontes-
thes hatcheri Opina omucana nosnoBas cucrtemMa XX/XY
(Strussmann et al., 1997), a Temmepatypa co3peBaHus 3apO-
JIBIIIIA BIMSAET Ha TOJI 0COOM TOJIBKO MPH 3KCTPEMaIbHBIX 3HA-
yeHHsX; y Onm3koro ke Buma O. bonariensis TION OTpenens-
€TCsl TOJIBKO B 3aBUCHMOCTH OT TEMIIEPATyphl CO3PEBaHNUS 3a-
poapima (Striissmann et al., 1996). JlymummnupoBaHHast KOTIHs
r'CHa aHTUMIOJICPOBA TOPMOHA (Amh), OOHApYKCHHAS Y CaM-
I[OB TATaroHCKOW aTepHHBI M Ha3BaHHas1 Amhy, SBIETCS
OCHOBHBIM KaHAMIATOM Ha POJb T€HA-OMPEACIUTENS 1oAYy
storo Buzaa (Hattori et al., 2012). Amh — cekpeTopHsIii Oe-
JIOK, IpUHAIexkanmi Kk cynepcemeirictsy TGF-3, HeoOxonu-
MBIH JUIS Pa3BUTHS M TOJJICPXKAHUS PEIIPOTYKTUBHBIX Opra-
HOB MiekonuTaromux (Mishina etal., 1996; Drummond,
2005; Fan et al., 2011), y KOTOpBIX OH TaK)Ke OTBEUYACT 3a per-
peccuio MIoiuiepoBa kanana y camroB (Mishina et al., 1996).
XoTsl y KOCTHCTBIX PBIO MIOJIJIEpOBA KaHajla HET, OSJIOK TeHa
Ambh BoBJIeUCH B PETYIILUIO Mpoudepauy 3apobIeBbIX
KJIETOK y smoHcKkod Mmenaku (Shiraishi etal., 2008) u B
cmepMaToreHes y snoHckoro yrps (Miura et al., 2002).
Okcnpeccust Amhy y caMIlOB TaTarOHCKOW aTepUHBI HAUWHA-
eTcs 10 TIOSIBICHMS IEPBBIX MPU3HAKOB MOP(OIOrHIECKON
muddepennmanyun ronan, B To BpeMsl Kak 9KCIPECCHH ayTo-
coMHOro Amh Ha 3TO¥ cTaJiM B TOHA/IaX CAMIIOB M CAMOK HE
obnapyxeHo (Hattori et al., 2012). Boikimtouenne Amhy c mo-
MOIIBI0 MOPQOJIMHOBBIX OJIMIOHYKJICOTHIOB IPUBOIHIO
K CMEHE Tojla camiia Ha camMkKy B 22 % cnydaeB (11 u3
50 XY-3apoxprmeii) (Hattori et al., 2012). CymmapHO 3TH pe-
3yJIBTaThl TIOATBEPXKIAIOT, UTO Amhy, CKOpee BCETO, SBISIETCS
TEHOM, 3aIlyCKaIoIUM (OPMHUPOBAHNE CEMEHHHKOB y Mara-
TOHCKOH aTepHHBI.

bypsiit dyry Takifugu rubripes — KpynHas Mopckas
prI0a, obnanaromas oueHb MaJeHbKUM reHomoM (~400 muH
map OCHOBaHMI), KOTOPBIH ObUT cekBeHUpoBaH emie B 2002 .
(Aparicio et al., 2002). C Tex mop ObUTO BBIIYIIIEHO HECKOJIb-
K0 cOopok remoma storo Buaa (Kai et al., 2011). Ot cbopkn
OBUTH HCIIOJIB30BAaHBI B Ka4eCTBE Pe()epEeHCHOTO IeHOMA IS
OIIpEJICTICHUS TE€HOB U JPYrUX (DyHKLIHMOHAJIBHBIX JIEMEHTOB
reHoMoB 1o3BoHOUHbIX (Woolfe et al., 2004) u st u3yueHus
spomonmu reHoMmoB (Christoffels et al., 2004; Kai etal.,
2011). V »To#t pHIOBI OMUCAaHA CHCTEMa OIPENEICHUs IoJia
XX/XY (Kikuchi et al., 2007). ¥ ¢yry B rene peuenropa BTo-
poro THMna aHTHMIOIJIEpOBa ropMoHa (Amhr2) Obul 0OHAPY-
JKeH NOoNIMMOP(U3M 10 MHCCEHC-MYTalllH, aCCOIMHUPOBAH-
HBII C (DEHOTHIIMYECKUM I10JIOM: B €CTECTBEHHOW ITOITYJIs-
LU, cOCcTosIIEeH n3 58 camok u 47 caMIoB, BCE CaMIlbl OBLIH
reTepo3uroTHsl 1o 3Toi 3amene (G/C), a Bce CaMKH TOMO3H-
rotasl (C) (Kamiya et al., 2012). Hukakoii qpyroii moImmop-
(hu3M He OBIIT HACTONBKO CBSI3aH C (PEHOTUIIMIECKUM TIOJIOM,

K TOMY K€ TOT )K€ caMblii ()eHOMEH ObUT 0OHApYKEH y JBYX
OJIM3KOPOACTBEHHBIX BUIOB ¢yry. Takum oOpazom, Muc-
CeHC-TIoTUMOpGU3M B TeHe Amhr2, IO-BUTUMOMY, OTBETCT-
BEH 3a OIpeeNneHue moja y ¢yry. Amhr2 KogupyeT perer-
TOp JUId TpoAyKTa Amh, KOTOpBIH, KaK yINOMHHAJIOCH
BBIIIE, SIBJIAETCS FeHOM-onpexaenuteneM nona y O. hatcheri
(Hattori et al., 2012). Amhr2 oTHOCHTCSI KO BTOPOMY THILY pe-
LEnTOpoB i OenkoB cynepcemeiictBa TGF-B u comepxut
OJIMH TpaHCMEMOpaHHBII 1 0WH KuHa3HBIH foMeH (Imbeaud
etal., 1995). [Nomoonpenensromuii momuMophusM y Qyry
HaXOoJWTCsl BHYTpU KuHA3HOTro nqomeHa Amhr2 (His384Asp),
KOTOpBIN OTBETCTBEH 3a (ochopmimposanue (Kamiya et al.,
2012). B nmoaTBep:keHHE MOJOOMPEAESIIOmeil poau 3To-
r'0 TeHa TOMO3UIOTHAsI MyTaIisl B KHHA3HOM JoMeHe Amhr2
(Tyr390Cys) mpuBOAMT K CMEHE TOJa MPHONIU3UTEIHEHO
y 50% XY-cammoB smoHckoi Memakm (Morinaga etal.,
2007).

CrToHT OTMETHUTH, 4TO B cityuae O. luzonensis, O. hatcheri
u 7. rubripes onpepeneHue 1oa peryaupyoT He TPaHCKPHUII-
IIUOHHBIE (PAKTOPHI (KaK, HApUMep, Sty Y MICKONUTAIOIINX ),
a (haKTOpPBI POCTA WM MX PEIEHTOPBL. TpH BBIIICONNCAHHBIX
reHa — Gsdf, Amhy u Amhr2 — sapnstotcst gacteio TGF-3
CUTHAJILHOTO KacKaja. Y MIICKONUTAIOMINX OBUIO ITOKa3aHo,
YTO TOT KaCKaJ UTPpaeT 3HAYUTEIILHYIO POJIb KaK B Pa3BUTHH
smyHukoB (Drummond, 2005), Tak u B (yHKIIMOHUPOBAHUH
cemenHukoB (Fan et al., 2011). ITo-BuanMoMy, y OCTaIbHBIX
MO3BOHOYHBIX 3TOT KacKaJl MOKET UMETh 00jIee ONpe/ersio-
Iyt poiib B pa3utum TroHan (Smith, Sinclair, 2004). Bos-
MOXHBIE IIYTH BIMSHUS 3TOTO KacKaJa Ha OIpeeeHuUe Moja
U MPHUBOJSIINE K (POPMUPOBAHUIO CEMEHHHKOB BKITIOYAIOT B
ce0s CIeIyroIUe TPOLECChl: 1) CHIDKEHHE KOJIMYSCTBA 3apO-
JABINIEBBIX KJIETOK, YTO NPUBOAUT K PA3BUTHUIO CEMCHHUKOB,
o KpaifHe#t Mepe B cimydae memaku (Saito, Tanaka, 2009);
2) HHrHOUPOBaHUE apoMaTa3bl, KOTOpask OKAa3hIBACT OOJBIIOE
BIMSHHUE Ha pa3BuTHe ssmaHUKOB (Vigier et al., 1989; di Cle-
mente etal., 1992; Kim etal., 1992; Devlin, Nagahama,
2002; Yamamoto et al., 2002; Smith, Sinclair, 2004); 3) no-
JaBlieHue cTepouorenesa B menom (Skaar et al., 2011).

SdY — ren, He cBSI3aHHBIH
¢ MOJIOBBIM KACKAJA0M

Panyxnas dhopens Oncorhynchus mykiss — Bup Jiococe-
BBIX, XapaKTEPHBIH I HEKOTOPBIX pek Asunm u CeBepHOM
Awmepuku (Davidson et al., 2009). ITox y aTux peId onpeess-
€TCsI CTPOTO TeHeTHdeckn cucteMoir XX/XY, ¢ OTHAM MOJI0-
onpenersromuM JokycoMm (Davidson et al., 2009). B uccie-
JIOBAaHMSX DKCIIPECCHH T'€HOB B AU EepeHIUpYIONnXCcs ce-
MEHHUKaX pajgyXHod ¢openn OblT OOHapyXeH TeH,
creluGUIHBIN TOJBKO I caMioB, — SdY, sKcmpeccupyro-
IIMACS TOJBKO B COMAaTHYECKUX KIIETKAX, OKPYXKAIOUIUX 3a-
poxsimeBsie kieTku (Yano et al., 2012). DTOT reH Kogupyer
YHHUKaJIbHBIN O€NOK, KOTOPBI nMeeT romoioruio ¢ C-mpome-
HOM peryJisitopHoro dakropa uarepdepona 9 (Irf9). Irfd —
peryJsiTOpHbIA (haKTOp TPAHCKPUIINHU, KOTOPBIH SBISIETCS
MOCPEAHUKOM B PErYJSIUH TPaHCKPHUIILUK HHTEepdepoHa
tuna [ y muexkonuraromux (Takaoka, Yanai 2006), mpuuem
€ro TOMOJIOT MPUCYTCTBYET B HECKOJIBKUX COOPKAaX T'€HOMOB
pei6 (Yano et al., 2012). I'er SdY, mo-BugmMomy, sBISETCS
creuu(GpUIHBIM JUIS JIOCOCEBBIX, TaK KaK €ro TOMOJIOT Y JIpy-
I'MX KOCTUCTBIX pbIO He ObLI OOHapy)KeH B T€HOMHBIX 0azax
nannbiX (Yano etal.,, 2012). Mukpounbekunu kJJHK rena
SdY ¢ ero mpoMOTOPHBIM PETHOHOM B HKPY Pagy HOH (ope-
JIM MIPUBOJWIIM K PA3BUTHIO y 9acTH X X-MaJbKOB CEMEHHU-
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koB (Yano et al., 2012). HanpaBieHHass WHaKTUBALUSI 3TOTO
TeHa MPUBOJMIIA K Pa3BUTHIO SMUYHUKOB y XY -ManbkoB. Cyns
0 3TUM pPE3yJIbTaTaM, MOKHO CMEJIO yTBEpKIaTh, 9To SdY
SIBISIETCSI TEHOM, 3aITyCKAIOIUM pa3BUTHE CEMEHHUKOB y pa-
JyKHOH opern.

OcHoBbIBasich Ha TOM (akTe, 4To MHTEP(EPOHBI MOAB-
JISIIOT CTEPOMJIOTEHE3 B KyJbTypax KieTok Jleiaura mieko-
nmutaronmx (Diemer et al., 2003), MOXXHO TIPEIITONIOXKUTE, 9TO
UHTEP()EPOHOBBIN CUTHAIIBHBINA MyTh BIMSIET HAa PA3BUTHE TO-
HaJl 4Yepe3 WHrHOMpoBHHE crepoujoreHesa (Yano etal.,
2012), oHaKO BOBJIEYEHHOCTh MHTEPPEPOHOBOrO Kackaja B
pa3BUTHE CEMEHHHMKOB IT03BOHOYHBIX I10Ka HEJOCTaTOYHO
n3ydena (Yano et al., 2012). K tomy xe SdY, oueBuIHO, 105~
BWJICS B pe3ynbTate AuBepreniuu oenka Irf9 (47 % nnentud-
HOCTH), TT0O9TOMY SdY MOT IIpHOOpecTH COBEPIICHHO HOBYIO
(GYHKIMIO U TOTEPATh (PyHKINOHAIBHOCT TIEPBOHAYATIBHOTO
Irf9 (Yano etal., 2012). [Ipumep SdY nemMoHCTpUpYET, YTO
B3ATh Ha ce0s1 PYHKIMIO KOHTPOJISI ONPEICIICHHS T10J1a MOYKET
HE TOJIBKO I'eH M3 IMOJOBOr0 Kackaja, HO U COBEPILICHHO HO-
BbII I'€H, HE CBSA3aHHbBIN HAIIPSIMYIO C I10JIOM.

IInacTHYHOCTH 3BOJIOLMH MOJIOBBIX
XpPOMOCOM PbIO

[T1acTHYHOCTD TOJIOBBIX XPOMOCOM JIy4eIepbIX, BEPOSIT-
HO, 00ycIIOBJIeHa HEOOXOIMMOCTBIO TIO/IJICPIKAHMS UX Cl1a00-
nuddepeHTMPOBaHHOTO COCTOSIHHSI. | €eHeTHUecKoe orpeje-
JICHHUE TIONIA SIBJISIETCs Oojiee HaASKHBIM CITIOCOOOM TOIIEp-
JKaHHs TOCTOSTHHOTO COOTHOLICHHS YHCIIA CAMOK M CaMIIOB B
TIOIYJISIIUY, YeM OIpeJIesIeHHE TI0JIa 110/ BO3/IeHCTBIEM (ak-
TOPOB OKpYy»atomied cpenasl. OHAKO MPU CHIBHOM H3MEHe-
HUH YCIIOBUI OOMTaHMsI 3TO COOTHOIICHHE BCe e OyZeT Ha-
PYILLEHO, U3-32 Yero BO3HUKHET IIOTPEOHOCTH B HOBBIX MeXa-
HHU3MaXx OIPEICIICHHU 110J1a, CIIOCOOHBIX BEPHYTH MOMYJISLUIO
B IPEeKHEE COCTOsIHUE. Tak MOTYT paclpoOCTPaHUTHCS M 3a-
KPEMUTHCSI HOBBIC aJUICNN, TEM HJIM MHBIM 00pa3oM BIIUSIO-
IIMe Ha IM0JI 0COOU. DTO TaK)Ke MOXKET OBITh OJHOHM M3 TpH-
YUH OBICTPOW DBOJIIOIMM CHCTEM OIPEACICHUs Iojia PhIO
(Volff et al., 2007; Kikuchi, Hamaguchi, 2013).

VY nydenepsix peI0 BCTPEYAIOTCs KaK HPOCTBIE CUCTEMBI
MOJIOBBIX  XPOMOCOM, COCTOSIIME HX JBYX DJEMCHTOB
(XX/XY u ZZ/ZW), Tak U CIOXXHBIE, COCTOSIINE U3 MHO-
JKeCTBa 3JIEMEHTOB M MIPOM3OIIE/IIINE B pe3yiIbTaTe TPAaHCIIO-
KalMii ayToCOM Ha IMOJIOBbIE XpOMOCOMBI. OOBIYHO IOJIOBBIC
XPOMOCOMBI TIPOCTBIX CHCTEM MOP(OJIOTHUECKH MEXTy
coboii pasmmuatotcst cmabo (Oliveira et al.,, 2007), xots 3a-
YacTyI0 Ha OJHOI M3 XPOMOCOM TOSIBIISIOTCS Te€TepoXpoma-
tuHOBEIC O10KkH (Salvadori et al., 2008; da Silva et al., 2014).
B Hacrosiiee BpeMsi OHMM M3 HEMHOTI'MX WCKIIIOYEHHH SIB-
JISTIOTCSI TIpeicTaBuTen cemeiicts Synodontidae u Aulopidae
(orpsim  Aulopiformes), umeromue BbICOKOIUPPEPEHIIHPO-
BaHHBIC TIOJIOBBIE XPOMOCOMEBI (ZZ/ZW), 0 BO3pacTy cOmo-
CTaBUMBIC C MOJOBBIMH Xxpomocomamu nrui (Ota et al.,
2003). Y MHOrux KapHMOTHIIMPOBAHHBIX BHJOB PBIO IOJIO-
BBIX XpoMocoM oOHapyxeHo He Obuto (Morescalchi et al.,
2006; Sczepanski etal., 2010; Alves et al., 2014), oxnako
3TO HE MCKJIIOYAeT BO3MOXKHOCTH HAIMYUS B KAapHUOTHIIE
TOMOMOP(]HBIX ITOJIIOBBIX XPOMOCOM, OCOOCHHO €CIH TeHe-
THYECKOE OIpe/eIeHHEe IoJa IOKa3aHO Yy POJCTBEHHBIX
rpyIm.

CTOUT OTMETHTH, YTO HM3-32 XJIQJHOKPOBHOCTU DPBIO Me-
XaHU3MBI ONpeeieHus noyia u AuddepeHunanmm roHasn cu-
JIbHO TIOJBEP>KEHbl BO3IECHCTBUIO YCIOBUM OKpYyXKarolen
Cpelbl, 4YTO MOXET NPHBOJUTH K HECOOTBETCTBHIO (PU3HOIIO-

THYECKOro moyia ocobu ee renermueckomy mony (Phillips
2013). B Takoil cuTyaluu 3HAYUTEIBHBIC PA3THUUST MEKIY
MIOJIOBBIMH XPOMOCOMAaMH (B YaCTHOCTH, BBICOKasi CTEICHb
JIeTpajlaliid OJJHOM M3 XPOMOCOM y TeT€pPOraMeTHOTro I10JIa)
MOTYT NPHUBECTH K HApyLICHUSM, CBA3aHHBIM C HENPABHIIb-
HOW Jn030i renoB. IlosTomy cnaboanddepeHpoBaHHbIC
TIOJIOBBIC XPOMOCOMBI SBJISIIOTCS 60nee BBIT'OJIHBIMHA TIPpU €C-
TECTBEHHOM 0TOOpe. OMHAKO IMOCKOJIBKY CO BPEMEHEM IH -
(bepeHIIanys MOJIOBBIX XPOMOCOM OyeT Hen30eKHO IPOouC-
XO/INTH 33 CUET TOPMOXKEHHS PEKOMOHMHAIIMN M HAKOTUICHHS
MyTalui, TO HeOOXOIUMBI IBOJIOLNOHHBIE MEXaHU3MBI, I10-
3BOJISIFOIIME TIPEJIOTBPATHTH WU 3aMEUTUTD €e.

[lo-BunuMoMy, CyLIECTBYET JBa BO3MOXKHBIX BapHaHTa
TaKUX MEXaHM3MOB: BOSHUKHOBEHHE Ha ayTOCOME HOBOT'O JIO-
Kyca, OTIPEISISIONIETO IO, JIN00 TepeMenieHne (TpaHCIoKa-
WS WUIM TPAHCTIO3HIIMS) YK€ MMEIOIIETocs JIOKyca Ha ayTo-
comy (Kikuchi, Hamaguchi, 2013; Phillips 2013). Oba 3tu
cnocoba MpUBOJAT K OJHOMY M3 JBYX KOHEUHBIX pe3yJjbTa-
TOB. 1. @YHKIUS MOJOBBIX XPOMOCOM TMOJTHOCTBIO MEPEXOAUT
K HOBOM Mape, rJie 0JIMH U3 TOMOJIOT'OB HECET OIpPEACIISIFOLINI
TI0JT JIOKYC, TIEPEMECTHUBILIHMNICS HAa HETO HEIaBHO JHMOO BO3-
Hukmi de novo. B takom ciydae ocobu ¢ meHee auddepen-
LIMPOBAHHBIMU MOJOBBIMH XPOMOCOMAaMH MMEIOT MTPEUMYIIIe-
CTBO ITpH OTOOPE, a cTapble MOJIOBbIE XPOMOCOMBI CTAHOBSITCS
ayTOCOMaMH, PUYEM T'OMOJIOT ¢ OOJIBIICH CTENeHbIo JIerpa-
nanuu B utore snumuuupyercs (Kikuchi, Hamaguchi, 2013).
2. JIpyruM BapHaHTOM MOJKET OBITh YaCTHYHOE WIIM IOJTHOE
00BEIMHEHNE MMEIOLIEHCS TTOJIOBOH XPOMOCOMBI C ayTOCO-
MOH B pe3yJIbTaTe TPAHCIOKAIUK OOJBIIOr0 y4acTKa. JTO
MIPUBOJUT K TOSBJICHHUIO TaK Ha3bIBAEMBIX MHOXECTBEHHBIX
MIOJIOBBIX XPOMOCOM, YTO TaK)KE BPEMEHHO IIpE/IOTBpAIlaeT
nerpagaruto (Cardoso et al., 2015). Hecmotpst Ha TO 49TO O
MTOJIOBBIX XPOMOCOMax pbIO M3BECTHO OOIBIIE, YeM O Te-
Hax-OMpEeIENUTENX 10J1a, BCE PAaBHO TpeOyeTcs AanbHenee
N3y4YeHHUE KapHOTHIIOB JIy4eNephIX C MOMOIIBI0O COBPEMEH-
HBIX [IUTOT€HETHYECKUX METOOB C IIPHUBJIEYEHUEM OOJIBIIETO
KOJIMYCCTBA BUJOB U3 pa3JIMUYHbIX CEMEUCTB.

3akaouenue

Jlyuenepsie pbiOBI — OYEHB yMOOHBIH MOJCTBHBIN TaK-
COH JUIsl M3YYCHHUS HBOJIOLMH M (YHKIHMOHHPOBAHUS MeXa-
HU3MOB ompejenenus noia. K coxaneHuro, nopasistoliee
OOJIBIIMHCTBO BHJIOB 3TOTO KJIacca elle He M3Y4eHO MeHeTH-
YeCKUMH MeToJaMU. B Hacrosiee Bpemst Bce Ooiblee 3Ha-
YEHHE NMPHOOPETaOT METObl CEKBEHHPOBAHUSI HOBOTO IIO-
KOJICHHS W HOBBIC MOJIEKYJSIPHBIC MOIXOIbBI, TAKHE Kak
RADSeq (Anderson et al., 2012; Gamble et al., 2015). Unen-
TU(UKALUS TeHOB-KaH/IMIaTOB HA POJIb ONPEICIUTENS 1ojIa
BO3MOXKHa C TOMOUIBbIO OMOMH(OPMATHUECKHX METOJIOB, a
MOATBEPKACHUE UX (YHKIUU TPeOyeT MOJEKYISPHBIX JOKa-
3arenbcTB. C BOBIICUCHNEM BCE HOBBIX BHJIOB B IIPOEKTHI IO
CEKBCHMPOBAHUIO TEHOMOB B OJIMKaiIeM OyaymieM MmosiBUT-
Cs1 JIOTIOJIHUTEIIbHASL MaTepualibHast 6aza st yriryOneHust Ha-
LIMX 3HAHWH O MOJIEKYJIIPHBIX MEXaHM3MaX Pa3HOOOpPa3HBIX
MIPOIIECCOB TO3BOHOYHBIX, B TOM HYHCIE M O MeXaHH3Max
OTIpeJeNICHUs oA,

ABTOpBI BbIpaxkatoT mnpusHarensHocTh H. B. BopoObe-
BO#l 3a [EHHBIC COBETHl M KOMMEHTAPHU MPH OOCYKICHUU
paboTHLI.

Pabora BrImomHeHa TIpu (UHAHCOBOW MOjIepkKe Poc-
cuiickoro Hay4yHoro (onnaa (mpoext 14-14-00275).
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DIVERSITY OF SEX DETERMINING MECHANISMS IN RAY-FINNED FISHES (ACTINOPTERYGII)
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Ray-finned fishes (Actinopterygii) is a very diverse and numerous clade of vertebrates. Besides the diversi-
ty of ecological niches and morphology, species of this clade have substantial differences in mechanisms of sex
determination. Unfortunately, our modern knowledge about sex determining mechanisms is limited to a small
number of species. Even from the modest number of published works on this topic it is obvious that evolution
of sex determining system in ray-finned fishes is very plastic: in some closely related species sex systems can
be significantly different, there are taxa with quite conservative systems, and the same genomic loci may play
sex determination role independently in various groups. Such diversity allows considering ray-finned fishes to
be used as a convenient model taxon for researching emergence and development of different sex determining

systems.
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