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[To3BOHOUHBIE, YACTO pacCMaTpUBaeMble KaK HanboJiee CJI0KHO OpraHM30BaHHbBIE MTPEICTABUTEIN XKUBOT-
HOTO MUpa, 00JIaAaIOT LIEJbIM PSIOM YHUKATBHBIX MOP(MOJIIOTMYECKUX 0COOEHHOCTE, 00EeCTIeUMBIINX UX
SBOJIIOIIMOHHYIO YCTOMYUBOCTH U ycrex. CoriacHo HauboJsiee paclipoCTpaHEHHON TOUKe 3pEHMUST, TeHETU -
YeCKOI OCHOBOM 3TMX MHHOBALIMI OBbLIN MOJHOTEHOMHBIE TYTUTMKAIIMY, TPOU3OIIEAITe Ha paHHUX 3Ta-
rax 3BOJIIOLIMM TTO3BOHOYHBIX. OTHUM U3 Pe3yJIbTaTOB TAKUX AYTUIMKALIMI CTaJI0 BOSHUKHOBEHME TOTOJI-
HUTETBHBIX KON PEeTYISITOPHBIX TeHOB. Byyun BeIBeIeHHBIMU M3-TI01] CACPXKUBAIOIIIETO aBJICHUS €CTe-
CTBEHHOT0 OTOOpA, 3TU KOIMUHU MOJIYIUIN BO3MOXHOCTh OTHOCUTEIBHO CBOOOTHO MOAM(DUIIMPOBATH CBOIO
CTPYKTYPY U DYHKIIMY, OKa3bIBasl BIMSTHUE HA MHAWBUAYIbHOE Pa3BUTHE U CTPOSHHME OpraHnu3MoB. Cres-
CTBUEM TaKUX IPEBHUX TEHOMHBIX AYTIUKALIWINA SIBJISIETCSI, HAIIPUMED, TO, YTO OKOJIO 35% reHOB 4esioBeKa
MpeaCTaBIeHbl, KAK MUHUMYM, IBYMsI TOMOJIOTUMHBIMU KOTIMSIMU. Miest o myTuiMKaimsx reHoMa Ha paHHUX
3Tanax BOJIIOLIMY MO3BOHOYHBIX ObljIa BIIepBbie BbIABUHYTA B 1970 ., 0MHAKO, BOIPOCHI O KOJIMYECTBE payH-
TTOB TIPOIIEIIINAX TYTTMKAIIMEI, UX MaciTade (ITOJTHOTeHOMHBIE WIIM JIOKAIbHBIE) M O TOM, Ha KaKOM JTare
SBOJIIOLIMY OHM MIPOMCXOAWIN, aKTUBHO 00CYXIaroTcst 10 cux nop. B nmocneanue roapbr (2018—2020 rr.) Gna-
rogapsi 0ypHOMY Pa3BUTHIO METOIOB 00PabOTKM OOIBIITNX OOBEMOB JaHHBIX, TTOJy4aeMbIX B pe3yJIbTaTe BbI-
COKOITPOU3BOJUTEBHOTO CEKBEHUPOBAHUSI TEHOMOB MPEICTABUTENCH pa3HBIX TPYIIT MTO3BOHOYHBIX M UX
OGJIVDKAMIIIMX PONCTBEHHUKOB, O€CUeperTHbIX U 000JIOYHUKOB, OBIJT TIPOBENEH LIEJbIi P IUPOKOGhOpMaT-
HBIX CPaBHUTEJIbHBIX UCCJICIOBAHWI, HaNIPaBJICHHBIX HA BBISBJIEHWE TPYIIT CUHTEHUU B TEHOMAaX pPa3HbIX
SBOJIIOIIMOHHBIX JIMHUH W PEKOHCTPYKIIMIO MPEIKOBBIX XpOMOCOM. B pesyibTaTe OB MpemioxXeHbl He-
CKOJIBKO MOJIEJICii, OMMCHIBAIOIIUX BO3MOXHBIE 0a30BbI€ CLIEHApUW TeHOMHBIX AYIIMKALIMiA B paHHEN 3BO-
JIIOIIMY TTIO3BOHOYHBIX. [lapajuieIbHO aKTUBHO TIPOBOASTCS JIAGOpaTOPHBIE UCCIETOBAaHMS, OPUEHTUPOBAH-
HbIE Ha JeTaIbHOE U3yUYeHUEe OCOOEHHOCTE! 3KCIpecCuy U (DYHKIIMOHAIbHBIX CBOMCTB OTAC/IbHBIX CEMENCTB
PETYJISITOPHBIX TEHOB Y pa3HbIX TPYIII ITO3BOHOYHBIX. U 3716Ch OTKPBUTOCH MHOTO HOBOIM MH(MOPMAIIMY O TIPpeI-
CTaBUTEJISIX 3BOJIIOLIMOHHO JIPEBHUX XKUBOTHBIX, KOTOPHIE €11le COBCEM HEIaBHO HE BXOIWJIM B YMCJIO TPaIU-
LIMOHHBIX JJAOOPATOPHBIX OOBEKTOB (KPYIJIOPOTHIE, XPSILIEBbIE PHIObI, XpsllieBble raHOUIbI). B Hateit 0030p-
HOI1 cTaThe MBI JIeJIaeM TOTBITKY PACCMOTPETh M OCMBICJIMTh COBPEMEHHBIE MPEACTaBICHUSI O MeXaHU3MaX 1
SBOJIIOIIMOHHBIX TTOCJEACTBUSX TEHOMHBIX AYTIMKAIIMM, a TAKXKe COOTHECTU CBEXHe JaHHBIC, TTOJIyUYeH-
HbIE B XO/I¢ JJTabopaTOPHBIX MCCIIENOBAaHU, C MpeaiaracMbIMU Ha CETOAHSIIIHUI AeHb MOAEISIMU (DOPMU-
pOBaHUS TEHOTHIIA TTO3BOHOYHBIX.
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BBEAEHHE

Pa3zHooOpa3ne XuU3HeHHBIX (OpM M BBICOKUI
YPOBEHb MPUCITOCOOIEHHOCTH XKUBBIX OPTAHU3MOB K
OCOOEHHOCTSIM CpeAbl OOUTAHUS SIBIISIIOTCS PE3yJib-
TaTOM 3BOJIIOLIMOHHBIX TPEOOPa30BaHU I X TEHOMOB
Y1 MEeXaHU3MOB MHIUBUAYAJILHOTO pa3BuTus. B ocHo-
Be afjalTalluy K BHEIITHUM YCJIOBUSIM U OCBOSHUSI HO-
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BBIX 9KOJOTHYECKUX HUII JICKUT IIPHOOPETeHUE Op-
raHM3MaMM HOBBIX IIPU3HAKOB. BOIIpOCH MosIBICHUS
STHUX MPU3HAKOB, WX 3aKPEIUICHUS W TOCIIETYFOIITNX
MMpeoOpa3oBaHMI SIBJISTIOTCS] OMTHUMU U3 LIEHTPATTbHBIX
B 9BOJIOLIMOHHON Omonornu (Moriyama, Koshiba-
Takeushi, 2018). 'eHOMHbIE AYIJIMKAIIMA MOTYT BbI-
CTYIIaTh B KadecTBe (pyHIaMeHTa, 00eCTIeunBaIOIIEeTo
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MOSBIIEHVIE HOBOTO TeHETMYECKOI'0 MaTepraa, CBOEro
polla TIOCTaBIIMKOM “TeHETHMYECKOTO CHIphbs”, NpHU
nepepaboTKe KOTOPOTO, B XO[¢ MOCIEAYIOIINX 3BO-
JIIOLIMOHHBIX M3MEHEHMWI TOJ BO3IACUCTBUEM ecTe-
CTBEHHOTO O0TOOpa, MPOUCXOAUT PA3BUTHUE U YCIIOX-
HeHHEe TEHOMOB OPraHM3MOB KaK Ha CTPYKTYPHOM,
TaK U Ha PeryJIsITOPHOM YPOBHSIX.

IMpenrmonoxeHue o TOM, YTO TOJTHOTEHOMHBIE -
mwmkanuu (ITI0) MoryT aBIISITbCSI IBUTATEIIEM 3BO-
JIIOLIMOHHOTO Mporpecca, BliepBble ObLIO BHICKA3aHO
B 1970 r. aMmepuKaHCKUM HCCJieToBaTeIeM SITTOHCKO-
ro npoucxoxnaeHus:s Cycymy OHo (Susumo Ohno) B
CTaBIIIeH BIOCIEICTBUU KJIaCCYeCKO MOHOTrpadpumn
“Oposouus nmyreM Aymmkanuu reHoB” (Evolution
by Genes Duplications, Ohno, 1970).

ITonHOreHOMHBIE AYTUIMKALIMU, KaK OTpaxkKeHO
yXe B CaMOM UX Ha3BaHUU, B OTJIMYME OT JIOKATbHBIX
YIBOEHUI OTIEIbHBIX T€HOB WU 00Jiee MPOTSKEH-
HBIX (pparMeHTOB TeHOMa, MPUBOASAT K MOJUTLION-
MW — TOSIBJIEHUIO B OpTaHU3Me NBOWHOro Habopa
BCEX XpOMOCOM. Takue AynauKaluu MOTYT MPOUC-
XOIAUTh BCJICACTBUE HAPYILLIEHUN PENYKIIMU B MEH0O3€e
WM 332 CYET MUTOTUYECKUX YABOCHUI B POIMUTEIb-
CKMX TIOJIOBBIX KJIETKAX WJIM Ha paHHUX 3Tarnax pas-
BuTus 3apoapiiia (Van de Peer, 2009, 2017; Moriya-
ma, Koshiba-Takeushi, 2018). C Touku 3peHUsI 3BO-
JIIOLIMOHHBIX TEePCIEeKTUB YIBOMBIIUXCS TE€HOB
(MoApOOHO CIEKTP BO3MOXHBIX CLIEHApUEB MBI pac-
CMOTPHUM HIKE), BaXKHBIM pe3yibTatoMm [1T1 sBsi-
€TCsl TO, YTO OHM TPUBOIAT K YABOCHUIO HE TOJBKO
0eTIOK-KOOUPYIOILIMX MMOCAea0BaTeIbHOCTEH (9K30Ma
OopraHu3ma), HO M K AYIUIMKAllUM HEeKOIUPYIOLIUX
Y4aCTKOB F€HOMa, COAEPXKAaIlUX PErYyJsITOPHbIE MO-
CJIeI0BaTEIbHOCTH.

IMocne INIT' I momumaonaus, KaK IpaBUilo, JIMMU-
HUpPYETCS, 3a CUET TOrO, YTO PAHO WIM ITO3IHO ITapHEIe
XPOMOCOMBI HAaKAIJIMBAIOT KPUTHIECKYIO MACCy U3Me-
HEHMII, He TTO3BOJISIIONIYI0O UM OCTaBaThCsl KBaapHBa-
JIeHTHBIMU B xofe Meio3a (MacKintosh, Ferrier, 2018).
B wutore, Korma BoccTaHaBIMBaeTCS MCXOOHAsI Map-
HOCTh BCEX HMECIOIINXCS XPOMOCOM, MX HOCHUTEIb
BHOBb CTAHOBUTCS JTUILJIOUIHBLIM, TO €CTh IIPOMCXO-
IUT ero pe-auruionausauus. M, XoTss opraHu3Mbl,
MpoIIeAIIne pe-aUTJIOUIN3alINI0, O0JIbIIE He SIBIISI-
I0TCSl TIOJIMIUIOMIHBIMM, OHM, KaK IIPaBUJIO, COXpa-
HSTIOT TIPU3HAKU CBOETO MOJIUTIIOMIHOIO MPOILIOTo,
OOHUM U3 KOTOPBIX SIBJIISIIOTCS OYIUTMLUPOBAHHEIE
KOIIUY OTIEJIbHBIX T€HOB.

ITOJTHOT'EHOMHBIE AYTUUIMKALINA
B XMBOU MMPUPOLE — PEAKO, HO METKO

ITonHOTeHOMHBIX IyTJIMKALIMA, TTIOCJIEeICTBUS KO-
TOPBIX 3aKPEMUJIMCh U COXPAaHUIUCH Ha DBOTIOLIMOH-
HOM TIyTH, MPOU3OIIIO0, IO OlLIEHKAM McclieToBaTe-
Jieli, He TaK MHOTO, U Yallle OHU MTPOUCXOUIIN Y pac-
teHuii, 4yeM y xuBoTHbIX (MacKintosh, Ferrier,
2018). B xauecTBe BO3MOXHOI IIPUYMHBI 3TOI pas3-
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HUIBI pacCMaTpUBaeTCs HapylleHUe MeXaHu3Ma
¢dhopMUpPOBaHUS MOJOBOM MPUHAAIECKHOCTU Y ABY-
MOJIBIX XXMBOTHBIX B CJIydae MX MOJUIIJIOMIN3ALINU
(Mable, 2004; Orr, 1990). Takxe oTMe4aeTcsi, YTO
OTUIOAOTBOPEHUE OOHOM SMLIEKJIETKY IBYMSsI CIiepMa-
TO30MIAMM WM MEMOTUYEeCKHUE HapylIeHUSI UMEIOT,
KaK IpaBUJIO, JIETAIbHBIC ITOCIICICTBUSI Y MJIICKOIIUTA-
ommx 1 ntull (Sahoo et al., 2017; Forstmeier et al.,
2010). IToagpobHee coBpeMeHHbIE B3IJISIABI HA TIPOOJIe-
MY TE€HOMHBIX IYIUIMKALWIl Y TTO3BOHOYHBIX MBI pac-
CMOTPUM HMXKE, 3I€Ch JIMIIIb OTMETUM, YTO OOIbIITNH-
CTBO HcclieoBareieil CXOOUTCSl BO MHEHHMH, UTO Ha
paHHUX BTamax 3BOJIOLUM ITO3BOHOYHEIX (OKOJIO
500—600 MUIH J1eT Ha3amI) NPOU3OILLIN OTHA WU JIBE
IIT' [, a mo3xe JOMOJHUTEIbHBIE OYIIJINKALIUU TIPO-
HWICXOIWJIN Y PBIO: Y OCETPOBBIX, Y OOILIETO MpeaKa KO-
CTUCTBIX PBIO, a B IOCJEOYIOIIEM M Y OTIAEJIbHBIX
npeacTaBuTesneit aToit rpymnmsl (Meyer et al., 2005;
Dehal, Boore, 2005; Du et al., 2020).

Cpenu npencrtaBuTelieii 66ClIO3BOHOYHbBIX Ha ce-
TONHSIIHUI I€Hb JIBE TEHOMHbIE AYTUIMKAIIMU OMK-
caHbl y TTayKooOpa3HbIX U ofgHa y KojioBpaTok (Flot
et al., 2013; Nossa et al., 2014; Kenny et al., 2016;
Schwager, 2017).

HJ1sT OMHOKJIETOUHBIX 3yKapHUOT OTMEYaeTcsi, YTO
COBpPEMEHHbIC TUIIOWIHbIE TTMBHBIC APOXKU Sac-
charomyces cerevisiae, a TaKXe TPEICTABUTEIIH TISATH
OJIM3KUX K HUM POJIOB MPOU3OIILIN TTOC]Ie TyTUIMKA-
LIMM TeHOMa UX o0liero npeaka okoso 100 MiaH et
Has3axn (Scannell, 2007).

V 1IBETKOBBIX pacTeHW OOHApyXKEHBI CJICOBI Ue-
Teipex I1T]1, mpousolie X OopueHTUPOBOYHO 150—
200 maH net Hazaz (Soltis et al., 2008, 2009).

Y rpuboB ecTh CBUAETEIBCTBA TOJBKO ogHOI ITI'J]
(Scannell et al., 2007).

O4yeBUAHO, YTO CBEICHUS O NYIJIMKALUSIX OyIyT
JIOTIOJIHSThCS, HO M UMEIOIIUECS JaHHbBIE TTOKa3bIBa-
1ot, aTo I1I'JI mpoucxoonnam B pa3Hble HCTOPUUECKIE
Nnepnoabl B CaMbIX pPa3HbIX I'PYIIINax >KMBbIX OPraHuU3-
MoB. C ydeToM paccMaTpUBaeMbIX BpEMEHHEIX Mac-
mMTaboB MPUXOINTCS TIPU3HATD, UTO ycrrenrHbie 1]
Ha 5BOJIIOLIMOHHOM TIyTU CJIy4YaJUCh JIOCTATOYHO
pEeIKO — 3TO eAWHUYHEBIE COOBITUSI HA TOPU30OHTAX B
JIeCSITKUA U COTHU MUJJIMOHOB JIET.

BpocaeTcs B riasa, 4To OCTaBUBIIKME CBOM CJE
III'I mpoucxoaujiiv B TAKMX SBOJIIOLIMOHHO YCIICIII-
HBIX ¥ 3KOJOTMYECKM Pa3HOOOpPA3HBIX JUHUSIX KaK
MMO3BOHOYHBIE KMBOTHBIE U IIBETKOBBIE PACTEHUSI
(Jaillon et al., 2004; Meyer et al., 2005; Dehal, Boore,
2005; Tang et al., 2008; Putnam et al., 2008; Moriyama,
Koshiba-Takeushi, 2018). Bo3moxHo, yTo OypHOE
SBOJIIOLIMOHHOE Pa3BUTHE U BO3MOXKXHOCTH OCBOCHMUS
IIMPOKOIO CHEKTPa 3KOJOTMYSCKMX HUIII IIPEICTaBU-
TeJIIMU 3TUX TPYMHII BO MHOTOM OBbUIM OOECIIeYEeHBI
VMEHHO AYIUIMKAIIASIMUA T€HOMOB, ITPOMU3OIICAIINMU
Y UX TIPEOKOB.
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Puc. 1. [TonHOreHOMHbIE NYIUIMKALMUA MOTYT BIIUAATh HA YCTOMYUBOCTD U JKU3HECITOCOOHOCTh BUIIOB B nepuonbl CTPECCOBLIX

M3MEHEeHMI OKpyXamllux ycaoBuii (rmo Van de Peer et al., 2017).

Maxkuntomt u ®Pepbe Ieal0T MONBITKY BBISBIIC-
HMS W oNucaHWsg oOwmwmx 4vepT ycmemrHbix ITIJT
(MacKintosh, Ferrier, 2018).

ABTOpBI OTMEYAIOT, YTO OOJILIIMHCTBO, €CIU HeE
Bce, xopoiuo onucaHHbie I1T'J] ObLIM alIOMIONIHBI-
MU COOBITUSIMU (0OBbEIMHEHNEM B OTHOM OpraHU3Me
T€HOMOB pa3HbIX BUIOB), ogHako Il y KocTuCThIx
pBIO U TIOCIeAyIONIask JOTOJTHUTEIbHAS AYTIINKAIIS
y JIOCOCEBBIX ONMCAHBbI KaK aBTOILUIOMIHBIEC (YIBOE-
HUe coOcTBeHHOro reHoma Buaa) (Martin, Holland,
2014; Christensen, Davidson, 2017; MacKintosh, Fer-
rier, 2018). Bo3aMoxXHO, nMelolrecs: CyleCTBEHHbIE
pas3Iuyus B POAUTEIBCKHUX XPOMOCOMaxX MpU ajjio-
IUIOMONU3AallMA CIOCOOCTBYIOT CKOpEMIIeMy BOCCTa-
HOBJICHHIO JUTLIOUIHOTO CTAaTyCa IIOTOMKOB — pe-I1-
ionau3anuu. Ipu aBTorionau3aiu Bo3BpaT K Iu-
IUIOMTHOCTA MMeeT OoJiee pacTSIHYThIiI BO BPEMEHH,
rpaaueHTHEIN xapakTep (Otto, 2007).

Ban ne IleepoM oTMEUeHO, YTO MEXAY OYTUIAKA-
el 1 mocaeayoIINM BCIUIECKOM BUIOBOIO pa3HO-
00pasus YacTo MPUCYTCTBYET BPEMEHHOM JIaT U 3TU
COOBITUSI, KaK MPaBUJIO, COMPSDKEHBI C CYILIECTBEH-
HBIMU U3MEHEHUSIMU YCIOBUI OKPYXKAIOIIEH Cpeabl
U KJIUMAaTa. DTO MO3BOJISIET MPEANOI0XUTh, YTO MO-
JIMTUIOUIHBIE OPTAHU3MBI, KaK PaCTEeHUS, TaK U XK1 -
BOTHBIE MOTYT OBITh 0OJiEe YCTOWUUBEI B CTPECCO-
Bble miepuomdbl (puc. 1, Van de Peer et al., 2017). He-
kotopeie III'Jl y TTOKpPBITOCEMEHHBIX JaTHPOBAHBI
rpaHULIel MeJIOBOIO ITepUoIa U MajeoreHa (Tak Ha-
3bIBaeMoe, MeJl-TajeoreHOBOe BBIMHUpPAHUE OKOJIO

66 MJTH JIeT Ha3and), a AyTUTMKALMS Y JIOCOCEBBIX, TIPO-
usoleaasg 88 MJIH JeT Ha3aj, BIIOCIEICTBUU MIPU-
BeJla K Pa3BUTUIO CITOCOOHOCTU 3TUX PHIO MUTPUPO-
BaTh MEXIy NPEeCHBIMU U MOPCKUMU BOJAMU MOCJTIE
MOXOJOAAHMS Ha TpaHMUIEC 30LiEHA UM OJIMTOLEeHA
(Vanneste et al., 2014; Macqueen, Johnston, 2014).

OLEeHUTb TOYHOE YHCJIO TEHOB, KOIMPYIOIINX
GeNKY Jaxe MPU HAJTUYUU KaueCTBEHHO OTCEKBEHM-
POBAHHOTO reHOMa CJIOXKHO. DTO CBSI3aHO C TPYAHO-
CTSIMU paclo3HaBaHMSI TEHOB, KOOUPYIOIIUX KOPOT-
KHe MenTUIHbIE IMOCIeI0BATEIbHOCTU, BbISIBICHUS
He(YHKIIMOHAILHBIX MICEBAOTE€HOB U COOPKU y4acT-
KOB XpOMOCOM, COIEpXalluX MOBTOPHI U NYIJIMKA-
muu (Holland et al., 2016). Jaxe y 3BOJIOIIMOHHO
GJIM3KUX BUIOB KOJIMYECTBO MPEAnoaaracMbIX FTeHOB
MOXKET pa3myaThes: coriacHo naHnHeIM NCBI, akTy-
aJIbHBIN CIHUCOK OEJIOK-KOAUPYIOIINX F'€HOB Y YeJio-
Beka Homo sapiens HacuuTbiBaeT 19116 TeHOB, Y MBI
Mus musculus — 23051 TeH, a B IeJTOM Y TTIO3BOHOYHBIX
YHCJIO TEHOB OLIEHUBAETCS B Auamna3oHe or 16 1o
26 teicstu (Holland et al., 2016; Piovestan et al., 2019;
http://www.informatics.jax.org/mgihome/homepag-
es/stats/all_stats.shtml). Ilpu paccmoTpeHuu Gosee
JalleKUX TPYII pa3opoc elle OoJIbIlle BO3paCTaeT: y
obosiounuka Ciona intestinalis — 13648 reHoB; y 1po-
3oduinbl Drosophila melanogaster — 13919; y HemaTto-
nbl Caenorhabditis elegans — 20269.

HaoGmromaemoe y oprann3Ma KOJIWMYECTBO TSHOB
MpeIaCTaBIsIET COOOI TOYKY TMHAMMYECKOIO PaBHO-
BECHUSI MEXIY HETIPEPLIBHBIMU ITPOLIECCAMU MX MOSIB-
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Puc. 2. Cxema nosiBiieHus1 U HpUKcaUK AYTIMUIMPOBAHHBIX TeHOB B romnysisiuuu (1o Innan, Kondrashov, 2010).

JICHUS ¥l UcUYe3HOBeHUs. K ceromHsAIIHeMY THIO OTTH -
CaHBI BO3MOXXHOCTH TIOSIBJICHUSI HOBBIX TEHOB BCJICI-
CTBUE TOJITHOTEHOMHBIX, XPOMOCOMHBIX, TAHAEMHBIX,
JIOKQJTIBHBIX OYTUTUKAIIAMA, peTPOTIO3UIINI 1 KOMOMHA-
IIMY KOTTMPOBAHUS SK30HOB C TIOCIIEIYIOIINM de novo
BKJIIOUEHUEM HEKOAUPYIOILIUX TTOCen0oBaTeIbHOCTEM
B coyeTaHuM ¢ MoOmiabHEIMU 3neMeHTamu (Holland
et al., 2016). MccrnemoBaHUS TTOKA3BIBAIOT, YTO MEHEE
1% reHOB 4eloBeKa IPOU3OIIUIN B PE3YJIbTaTe PETPO-
tpancnosunmu (Pan, Zhang, 2009; Ciomborowska
et al., 2013).

I, xaKk mpaBUJIO, CONMPOBOXIAIOTCS TTOCIIEIy-
Iolleit MacIITaOHOM yTpaToil TeHOB, MO OTACIbHBIM
OlIEHKaM JIOCTHUTAIOIIEeH 85% MyTuTMIIMpOBaHHBIX KO-
it (Brunet et al., 2006). B To e Bpemst cama 1o ce-
Oe “cTosib yapyJalolasi” cTaTUCTUKA “BbIKMBAEMO-
ctu” reHoB nociue 1]l He cBuaeTeILCTBYET O HE3HA-
YUTEJIbHOCTU BKJIaJa 3TUX AYIUIMKALUi B CyabOy
opraHusMoB. [leTajibHOE cOMoCTaBIeHEe TTOKa3bIBa-
€T, YTO B CPETHEM Y TO3BOHOYHBIX, ITPOIIIEIIINX Ue-
pe3 IIT'J1, ooHapy:kuBaeTcsl OOJbIIee YMUCIIO TEHOB,
yeM y MX OJvKaiimx OeCrio3BOHOYHBIX POJCTBEH-
HUKOB, 11 3TO o0oraiieHue (pyHKIIMOHAIBHO HE paBHO-
MepHO. OKa3bIBaeTCsI, YTO 110 CPABHEHUIO C JIAHLIETHU -
KoM Branchiostoma floridae, reHOM TTO3BOHOYHBIX 000-
ralieH TIeHaMM TPaHCKPUIILIMOHHBLIX (aKTOpPOB U
reHaMM, BOBJICUCHHBIMU B pPa3BUTHE HEPBHOM CHUCTE-
MbI (Putnam et al., 2008). TakuMm obGpa3zom, gaxe ec-
JIV TYTUIMKALIMY W IOC/IeAYIONIast peayKIvs He IIPUBO-
ST K KpaTHOMY BO3PAacTaHUIO OOILEero 4Yuciia TeHOB,
3TU COOBITUSI MOTYT ODOOramarh OTASIbHbIC MOAMHO-
JKECTBa I'eHOB YYaCTBYIOIIMX B Pa3BUTUU ONpPEAC/ICH-
HBIX CTPYKTYP M OCOOeHHOcCTell opraHu3moB (Brunet
etal., 2006).

INpenmnonaraercs, YTo OCHOBHOI BKJajd B YBEJIU-
yeHre pa3dpoca MeXIy TpyIraMH 0 YMCTy TeHOB
BHOCST JIOKaJIbHBIC myIuKanuu. OTMcaH IIeJIblit
psia cllydaeB yBEJIWUEHUS YKUCTIa TEHOB Y OTAEIbHBIX
JKUBOTHBIX, CBSI3aHHBIM C 0COOEHHOCTSIMH MX CTPYK-
TypBI, GU3NOJIOTUH U TTOBEIEHICCKMMU MaTTepHAMMU.
Hanpumep, y muen Apis mellifera ypenuueHo Koauye-
CTBO T€HOB 00OHATENbHBIX perenTopoB (Robertson,
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Wanner, 2006), y CTpeKO3 — I'eéHOB OICUHA, CBSI3aH-
HBIX ¢ ocTporoit 3peHust (Futahashi et al., 2015), y
yctpull Crassostrea gigas — TeHOB, KOTUPYIOIIUX OeJi-
KM TETJIOBOTO 1110Ka 1 9KCIPECCUPYIOLIMXCS BO Bpe-
Ms cTpecca IIpu otiimBax (Zhang et al., 2012). Cpenu
TOJIOBOHOTMX MOJUTIOCKOB Yy ocbMuHoOra Octopus bi-
maculoides obHapyXeHa 3KCIaHCUsI TeHOB, KOAUPY-
IOIIUX MPOTOKAATEpUHbBI M TEHOB, KOIUPYIOIIUX
TpaHCKpUNoHHbIe pakTopbl C2H2, yyacTByolie
B HelpaibHOM pa3Butuu (Albertin et al., 2015).

FEHbI HA PACIIYTBE — ECTb JIM KM3Hb
ITOCJIE OYITNIMKALIMI?

Kaxnoe reHeTM4ecKoe UBMEHEHUE, HA CBOEM Iy~
TU OT MOSIBJIEHUSI K 3BOJIOLMOHHOMY COXPAaHEHMUIO
MPOXOAUT TPU OCHOBHBIX 3Tana: 1) nmpoucxoxieHue
(nosiBieHWe MmyTaluu), 2) ¢daza dukcauuu, Korga
U3MEHEHUE paclpocTpaHsieTCsd B MNOMYISUMU, U
3) daza coxpaHeHUsI, KOTaa (PUKCUPOBAHHOE M3Me-
HEHUE COXpaHSIeTCS U TIOAACPKUBAECTCS B TIOMYJIsi-
. OCcoOeHHOCThIO AYIUIMKALMK B paMKax 3Toit
TPAeKTOPUU SIBJISIETCSI BO3MOXHOCTb BO3HMKHOBE-
HUS TEHETUUYECKUX Pa3IMUMi MEeXy IBYMS IOSIBUB-
LIUMUCS KOTTUSIMU, YTO MOKET ITPUBECTU K COXpaHe-
Huto ux obeux. M, cynst mo BceMy, Kak pa3 3Ta (asza
YCTAHOBJIEHUS PA3INUUA MEXTY KOTUSIMMU SIBJISIETCS
OTIPENEIISIONIE U1 UX NaJIbHEUIIEH 3BOJIIOLIMOH-
HOM TpaekTOpMU WM, KaK TOBOpPSIT, “‘CymbOOHOC-
Hoit” (oT aHmuiickoro “fate-determining stage”)
(puc. 2, Innan, Kondrashov, 2010).

Konwuu reHos, nosisuBLivecs B pe3yabrate [T,
OBLIM Ha3BaHbI OHOJIOTAMU, B YE€CTh SIMTOHCKOIO MC-
cnenosatesist Cycymo OHo.

B cBoeil kyiaccuueckoii Moaenau, MojoXKWBIIEH
Hadvajo TeOPEeTUISCCKOMY OOCYKIEHUIO MIPOOJIEMEI
nmymmkanun reHoB, C. OHO NpearnojoXua, 9To
Haunbojiee BEPOSITHBINM ITOCTAYIUIMKAIIMOHHEBIN CIIe-
Hapuii — norepsi GPyHKIMOHAIBHOCTY OJHOM U3 JI0-
YepHMUX KOITMiT 32 HEHAJOOHOCThIO, MM HEPYHKIIM-
oHanuzauusi (Ohno, 1970). Cpasy nociae INI'Jl no-
YyepHHUE aJUleid IIPEeIKOBOIO I'e€Ha WIOCHTUYHBI, a
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Puc. 3. BapuaHTbI 9BOJIIOLIMOHHBIX TPAEKTOPUI AYTUTMLIMPOBAHHBIX TeHOB (1o Moriyama, Koshiba-Takeushi, 2018).

3HAYUT (QYHKIMOHAJIBHO M30BITOYHBI, ITOCKOJBKY
JUIS TIoaaepxKaHusl GyHKIIMM MaTEPUHCKOTO TeHa 10~
CTaTOYHO U ONHOI Konuu. B cuiry aToro, maBieHue
€CTeCTBEHHOTr0 OTOOpa Ha TMoaaepKaHue o0enx Ko-
nuit okasbiBaercst HU3KuM (Nei, 1969; Ohno, 1970).
Mcxons u3 npeanoioXXeHus, YTO BpeIHbIE MyTalluun
CIIy4aroTCsI TOpa3ao dYallle IT0JIE3HBIX (JIoMaTh — HeE
CTpOUTB!), OHM HEeN30exKHO OyIyT HaKaIUTUBaThCS B
KOIMpPYIOIEei 00JIacCTy OJHOTO U3 AyOJIMKATOB U pa-
HO WJM MO3MHO MPUBEAYT K MoTepe ee (hyHKIIMO-
HaJIbHOCTU. B pesynbraTe (OYHKIIMOHAIBHBINA B IIPO-
IIJIOM T€H CTAaHOBMUTCS MCEBAOT€HOM, MTO3TOMY 3TOT
MPOIIECC TAKKE Ha3bIBAIOT IICEBIOreHM3anneii (puc. 3,
Moriyama, Koshiba-Takeushi, 2018). Psn skcnepu-
MEHTAJIbHBIX HCCJIENOBAHUI EeHCTBUTEIHLHO IIOI-
TBEPAWJ, YTO He(DYHKIIMOHATIU3ALIUS SIBJISIETCSI Hau-
0ojiee pacHpoCTpaHEHHBIM CILIEHapueM 3BOJIOLUU
nyrumnupoBaHHBIX TeHOB (Kimura, King, 1979; Li,
1980; Stoltzfus, 1999; Jaillon et al., 2004; Woodset al.,
2005; Brunet et al., 2006). UccnenoBaHus ceMeiicTB
TeHOB MOCJIe TeHOMHOM AYTUIMKAIIUU KOCTUCTBIX PBIO
(IITAKP — momHOreHoMHasT OYIUIMKAIIUS KOCTH-
CTBIX phIO, “KajibKa” C TIPUHSITON aHTJIOSI3bIYHOM ab-
opesuarypnl “TS-WGD” — Teleostei-specific Whole
Genome Duplication) cCBUIETENbCTBYIOT O COXpaHe-
HUU Yy puI0 Danio rerio okomno 20% myTUTMITMPOBAHHBIX
T€HOB, YTO pacCMaTpUBaeTCsl B KAYeCTBE MaKCUMaJlb-
Holi (!) OLIEHKM CTEeNeHU COXPAaHHOCTU MYTUIAIIIPO-

BaHHBIX T€HOB TOCJIE 3TOI MOJTHOT€ HOMHOM TyITJINKA-
i (Postlethwait et al., 2000, 2004; Woods et al., 2005).

B 10 ke Bpemst, C. OHO TIpeanoIOXNUI, UTO B pell-
KHX CIIy4asiX HAKOIIJIEHHbIE JOMOHUTEIBHEIE 3aMe-
HBI MOTYT OBITh TIOJIE3HBIMU M IIPUBOAUTH K 00peTe-
HHIO HOBOM (DYHKIIMM Te€Ha, KOTopast OyIeT MmoJiep-
JKUBAThCSI OTOOPOM.

B mpennoxxeHHOIT Momenu, OJHAKO, HE BIIOJHE
SICHO, KaKUM 00pa30oM €CTECTBEHHBI OTOOP MOXKET
pasnuyaTh HOBYIO Y MCXOIHYIO KOTIUU TeHOB, a Bedb
IJTsl HUX MpeAIiojiaraeTcsl pa3Hasi CKOPOCTh U3MEHe-
HMI: OBICTpOE HAKOIJICHWE MyTalluii B CBOOOTHOM
OT JaBJIeHUsI 0TOOpa “mybarKare” M CTaOUJIBLHOCTh B
“opurnHaje”, IIPOMOJIKAIONIEM BBIIIOJHAThL MaTe-
PUHCKYIO (PYHKIIMIO IO/ JaBiaeHueM oTtoopa (Innan,
Kondrashov, 2010).

st paspenieHusI 3TOro MPOTUBOPEYMsI, B pyclie
passutus ungeit C. Ono, Mopc ¢ KosieraMmu Ipeaio-
KVJTA MOJIETb, TTOJTYIUBIIYIO Ha3BaHUE TYTUTUKAIIS -
BeIpoxaeHue-gonojHeHue (DDC or Duplication—
Degeneration—Complementation) (Force et al., 1999).
ITockoabKy, Kak IIpaBUJIO, TeHbI BEITIOJHSIOT HE OJI-
HY, 2 HECKOJIbKO (DYHKIIMI, KOTOPbIE IIPU 3TOM MO-
TYT II0-pa3HOMY IIPOSIBIISITECSI B Pa3IMYHBIX THIIAX
KJIETOK Ha pa3HBIX CTAIUSIX, 3TN QYHKIIMH VJIN 00Jia-
CTH aKTUBHOCTH IIPEAKOBOIrO TeéHa MOTYT OBITH ITOJIE-
JIEHBl MeXny ero modyepHmMHM komusamu (Glasauer,
OHTOTEHE3 Ne 3
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Neuhauss, 2014). CorinacHo npeajioXXeHHOM MOACIIHN,
MYyTalliM MOTYT HaKaruiMBaTbCsl B O0EUX NOYEPHUX
(WJIM TIO OTHOIIEHUIO APYT K APYTY — CECTPUHCKUX)
KOTIMSIX, CHIKAsI X (PYHKIIMOHAJIBHYIO 3(PpheKTUB-
HOCTb. B pe3ynbTare Kaxaas u3 Komnuii mootTaeabHo-
CTU OKa3bIBaeTCSl HEAOCTATOUHOM JIJISI BHITTOJTHEHUS
¢GYHKIIMM MaTepUHCKOrO reHa U TOra COXpaHEeHUe
000MX TTapajoroB MOKET ITOIIEPKUBATHCSI OTOOPOM
(Force et al., 1999; Lynch, Force, 2000; Lynch et al.,
2001). Takoe pasneiieHre Tpyda MEXKIy CECTPUHCKU-
MU KOTIMSIMU MOXET ObITh CBSI3aHO C U3BMEHEHUSIMU B
peTyJSITOPHBIX y4acTKaX U B 3TOM cllydyae OHO OyneT
OTpaxkaTbCsl B UBMEHEHMUSIX MATTEPHOB 3KCIIPECCUU U
paszneseHuun 06J1acTU SKCIPECCUU MATEPUHCKOTO Te-
Ha MeXIy JOYePHUMU KOMUSIMU. DTO HA3BIBAIOT pe-
TYJISITOpHO# cyOdyHKIIMoHanM3auueut (puc. 3, Joyner
et al., 1987; Woolfe, Elgar, 2007). ITpumepoM, 1LIIO-
CTPUPYIOIIMM TaKoOi CLieHapuii, MOXeT CIyXUTb
9KCIpeccus AByX napajnoroB reHa Engrailed] — Enla
n Enlb y pwi0bl D. rerio. I'en Enla skcripeccupyercs
B 3a4yaTKax TpyIHBIX TJIABHUKOB, B TO BpeMs Kak
Enlb — B HelipoHax 3alHero M CIMUHHOIO MO3ra
(Force et al., 1999). IIpu 5TOM €IMHCTBEHHBI TreH
En 1 o6HapyXeHHbI y MbIlIeit KCITpeccupyeTcs Kak
B 3ayaTKax MepelHUX KOHEYHOCTEM, TaK U B 00J1acTH
3agHero u cnuHHoro Mosra (Joyner, Martin, 1987;
Davis et al., 1991). Eciu myTalilMoHHbIE U3MEHEHUS
MPOUCXOMST B OJIOK-KOAUPYIOLIeit mocaenoBaTeb-
HOCTU T€Ha, OHU MOTYT MPUBECTU K paclpeaeIeHNIO
MEXIy HOOYEPHUMU KOMUSIMU (PYHKIIMOHAIBHBIX
CBOICTB IpeakoBoro reHa (puc. 3, Innan, Kondrashov,
2010).

Eme oguH 13 BO3MOXKHBIX ITyTei CyO(YHKIIMOHA-
JIM3ayu ObLT MpemIoKeH Xblo3oM B 1994 r., a mo3xe
Ha3BaH Jle Map»s u Payiiepom “yxonom oT ananTUBHO-
ro kongymkra” (EAC — Escape from Adaptive Con-
trol) (Hughes, 1994; DesMarais, Rausher 2008). Ota
MOJIeJIb pacCMaTPpUBaET CUTYalIMIO, KOTaa reH UMeeT
JBe GYHKIIMU, KOTOPble KOHKYPUPYIOT MEXIY COOOI
1, B CWJTy 9TOTO HE MOTYT OBITh OMHOBPEMEHHO OTITH -
MU3UPOBaHBI (YaydllleHUe OAHOMN U3 (PyHKIMIT Mpu-
BOIUT K YXYOIISHWIO Ipyroit). B aToM cirydae mymm-
Kallusl CHUMaeT UMEIOIINeCsT OTpaHUYeHUS M KaxX-
IbIii W3 TIapajJloTOB  IIOJIydaeT BO3MOXKXHOCTh
CTICIINAIM3NPOBAThCST Ha OMHO# M3 MYHKIINHA Mpen-
KOBOTO T'e¢Ha, pa3BUBasl U ONTUMU3UPYS] UMEHHO ee€.
Ilpennomnaraercst, YTO TaKOM MEXaHU3M CKOpee MO-
JKeT pea30BBIBaTLCS IS TEHOB, KOTOPHIE HE SIBIISI-
IOTCSI KPUTWYECKM BAXKHBIMM IUIS BBDKMBAHUSI, HO
MOTYT TIOBBIIIATH TIPUCHOCOOJEHHOCTh OpraHuU3Ma
(Sikosek et al., 2012). M3HavyanpHO 3Ta MOAEIb ObLIa
MpeyioXKeHa B KadyecTBE TEOPEeTUYECKOM, OTHAKO
BITOCJICICTBUM OBLI ONMCAH PSII TIPUMEPOB €€ peayiu-
3anuu B npupone (DesMarais, Rausher, 2008; Deng
et al., 2010; Huang et al., 2012; Glasauer, Neuhauss,
2014).

Bo3MmoxkHOCTE 00peTeHNSI TeHOM HOBOM (DYHKIINH
rnocjae OYyIUIMKALMU, WIM HeOMYHKIIMOHATU3AWUH,
BIIEpBBIE TakK e Obuta BhickazaHa C. Ono (Ohno,
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1970). DToT MeXaHU3M €llle Ha3bIBaIOT MOJIEJIbIO “MY-
Taluu nNpu HedyHKUMoHanbHOCcTU” (MDN-mutation
during non-functionality) (Hughes, 1994; Conant,
Wolfe, 2008). Ha3BaHue oTpaxkaeT OCHOBHYIO UICIO —
OOVH W3 MapajoroB IPOAOIKAET IOAAEPKUBATH
¢GYHKIMU TIPEIKOBOTO IeHa, B TO BpeMsl KaK BTOPOIA,
Oyay4ud CBOOOMTHBLIM OT (DYHKIIMOHAJIILHBIX 00s13a-
TEIBCTB, MOXET CBOOOIHO MEHSAThLCSI. B nanHOM ciy-
yae, B OTJIMYKE OT OITMCAHHBIX BbIIIE MOJIENICH, TIpe/i-
IoJjaraeTcsl IIOSIBJICHUE B MYTHUPYIOIIEM IIapajiore
“TTone3Hoil” MyTanuu, TIpUAAoNIeii eMy BO3MOXK-
HOCTb BBINOJIHEHUSI HOBoU (pyHKLuuU (puc. 3). Ilo-
CKOJIBbKY TaKue MYTAallUM IIPOUCXOIST PEAKO, 3TOT
ClLIeHApUii CUMTAETCsl MaJIOBEPOSTHBIM IO CpaBHE-
HUIO C He- win cyodyHkunoHanusauueit (Glasauer,
Neuhauss, 2014). B To xe BpeMs, IOCKOIbKY B JTaH-
HOM cCjy4yae IPOMCXOIMUT ITOSIBJIEHME HOBOM (DyHK-
LIMM, UMEHHO 3TOT CLICHApUil paccMaTpUBaeTCs Kak
MOTEHIUAJIbHBIA MEXaHU3M ITOSIBJICHUS HOBBIX ITPU-
3HAKOB B 9BOJIIOLIUH.

Kak n B ciiygae cyO(pyHKIIMOHAIN3AIUNA, MyTa-
LIS MOXET MNPOUCXOIUTh B PEryjsTopoii (yaiie)
WIN Komupyloleid (pexe) MOCIeaoBaTeIbHOCTIX
(Braasch et al., 2006; Douard et al., 2008; Kassahn
et al., 2009). IlokazaHo, 4YTO UBMEHEHUS MATTEPHOB
9KCIPECCUN BCIEACTBUE MYTAallii B PEeryJIsITOPHOMI
00JIaCT! MOTYT IPUBOINTH K MOP(OJTOTUIECKIM N3~
MEHEHUSIM Ha 3BoJiiouMoHHOM nyTtu (Guerreiro
et al., 2013; Vuolo et al., 2016; Moriyama, Koshiba-
Takeushi, 2018).

JlpyruM MeXaHu3MOM, OOeCIIeUMBaIOIIMM COXpa-
HEHHEe 00OMX MapajoroB MOXET ObITh TaK Ha3bIBac-
MBI “addekT no3upoBku”. Eciim Bo3pacraHue ypoB-
HsI 9KCIIPECCUU T€HAa BBITOAHO, €TI0 TyIINKALIMS OyIeT
MOJIIEPKMBATBCSI €CTECTBEHHBIM OTOOpOM. CuuTaer-
CsI, YTO 3Ta MOJIENIb IPUMEHMMA K TPeM TpyIIiaM Ie-
HOB. B mepBylo ouepenb — K reHaM, y9aCTBYIOIIMM B
obecIeueHUM B3aMMOJICMCTBUSI OpraHU3Ma C BHEII-
Hel cpenoil, rTeHaM, PeryJIrupyIoIIuM OTBET Ha CTpecC-
Chbl, T€HaM, BBIIOJHSIOIIMM CEHCOPHBIE UM TpaHC-
MOPTHBIC (DYHKIIMU U K TeHaM, CBSI3aHHBIM C MeTabo-
m3moM (Kondrashov et al.,, 2002). Bo Bropyio
ouepelnb — K reHaM, 3(PPEeKTUBHOCTh KOTOPBIX 3aBH-
cut ot KoHueHTpauuu (Kondrashov et al., 2004;
Veitia et al., 2005). 1, HakoHell, K TeHaM, KOTOpbIE
BCerga HYXHBI B KJI€TKE B OOJIBIIMX KOJIWYECTBaX,
HaIpuMep, KOIUPYIOLINX pUOOCOMHBIE OEJIKU U TU-
cronsbl (Kondrashov et al., 2002; Sugino, 2006).

CornacHO TUMIoTe3e TeHHOTO OajlaHca, B peryisi-
TOPHBIX CETSIX M KacKagax BaXHO COXpaHEHUe OIpe-
JIeJICHHOTO COOTHOIIEHUSI YPOBHEl BKCIpeccuu
YYaCTBYIOIIMX B HUX TeHOB. HeobXxommMocTh cobitio-
JIEHWST 3TOTO YCIIOBUSI MOXET TIPUBOINTH K CIICHAPH-
sIM, B KOTOPBIX MMOCJIe TyTUIMKALIUi BCe TeHbI OIpene-
JICHHOTO CUTHAJTLHOTO KacKala OCTaIOTCS TYTDTALINPO-
BaHHBIMH IS TTOMACPKAHMS eT0 (DYHKIIMOHUPOBAHUS
(Conant, Wolfe, 2007). ITockoabky I1I'Jl mpuBoaaT kK
YIBOCHUIO BCETO TeHOMA, CaMM TT0 cebe OHU He TIPHBO-
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JIST K KOHLIEHTPALMOHHBIM AyicOallaHcaM, B TO BpeMsI
KaK OyIJIUKALIMU OTIEJIbHBIX T€HOB MOTYT MMeEIO-
Iuiicsa OajaHC HapyliaTb. B moarBepXaeHHe 3TOM
WUIIeW U Yy PAaCTeHUI, U Y SKMBOTHBIX OBbLIO ITOKA3aHO,
YTO Mapajiord reHoB, (YHKIIUOHAIBLHO TECHO CBSI-
3aHHBIX MEXJy CO0O0I1, HalIpuMep, FTeHOB, Y4aCTBYIO-
IIUX B TPAHCKPUITIMOHHBIX M CUTHAJIbHBIX KACKAAX,
WIN KOIUPYIOIIUX OeNKM, aKTUBHO BKJIIOUEHHEIE B
Me3KOeJIKOBBIE B3aMOIeICTBUS, UMEIOT TEHACHIIIO
K COXpaHEHMIO IYIUIMIIUPOBAHHBLIX KOMNUIA IIOCTIE
I1T'A, HO He TT0Ce JOKAJBHBIX AyTuTMKaumii (Blomme
et al., 2006; Freeling, 2008; Hufton et al., 2009).

[IpuxonuTcst OTMETUTH, YTO MHOINA MACHTU(U-
Kalusl AYTUTMIIMPOBAHHBIX T€HOB MOXET ObITh 3a-
TpyIHEHa B CWJy XapakKTepa W MaciuTaba IpoMu30-
IIeqIIrX B HUX n3MeHeHuii. CoriaacHo 6a30BOit MO-
JIeNIv, TIOSIBUBILIMECS B pe3yjibTaTe MyIUIMKAIIMKM ABa
CECTPUHCKUX aJUIesisl OyIyT paBHOYIAJIEHbI OT TIpe/-
KOBOI'0 TeHa 1 00a OyIyT OpToJIoraMy HeIyIUITUIIPO-
BaHHBIX TeHOB Apyrux rpyrm (Sharman, 1999; Holland,
1999). B xoae 3BoIIOLUN OYTUIMLIUPOBAHHEIE TeHBI OY-
JIyT MEHSThHCSI, HAKaIJIMBasl U3BMEHEHUSI, YHUKAJIbHbIE
TSI KaxKmon u3 Konuii. Eciii ckopocTh MI3BMEHYMBOCTU
000MX reHoB conocTaBuMa (a0COJIIOTHO MACHTUYHOM
OHa B JI00OM cilyyae He OyaeT), MOKHO TOBOPUTb O
cuMMeTpu4YHOi auBepreHuuH. [lomoOHass KapTuHA
HaOJII01aeTCs, HAPpUMeEp, MUl YEThIPEX KJIacTepoB
Hox-reHOB MJIEKOTIUTAIOLINX, OPTOJIOTUYHBIX €IUH-
crBeHHOMY Hox-KitacTepy JaHIETHMKA M COIIOCTa-
BUMO pPaBHOYIJAJICHHBIX OT Hero. BmoGaBok Bce OHM
YHacJIeIOBaJId OT MHPEIKOBBIX T'€HOB OOIIME YepPThI
9KCIPECCUU B LICHTPAIIbHOM HEPBHOI CHUCTEME, JI0-
MOJHSIEMbIE Pa3IMYaAIOIIMMUCS TTaTTepHAMU B ApY-
X TKAHSIX — COMaTUYECKOIl 1 BUCLICPAJIbHOM Me30-
nepme (Holland et al., 2016). AHaiorM4HO, TpU TeHa
Cdx mmnopleBoii JSTYIIKYU Xenopus tropicalis opToyo-
rMYHble enuHCTBeHHOMY Cdx TeHy JaHLIeTHUKA,
MMeEIOT O0IIMe ¢ HUM (PyHKIIMOHAIbHEIE YyepThl (Faas,
Isaaks, 2009). OgHako, KpoMe IOIO0OHOI CHUMMET-
PUYHOM OUBEPIeHILIMM MOXKET HaOJII0AaThCs U Kpaii-
He HEpaBHOMEPHOE HAaKOIUIEHHWE M3MEHEHMU y 0-
YepHUX KOTIMI, KOT1a OAWH U3 aJlJIEJIE U3BMEHSIETCS
OBICTpEe APYroro, U B 3TOM CJIydae TOBOPSIT 00 acCu-
METpUYHOM nuBepreHnuu. [IpuMephl Takoro creHa-
pusg mocie I1I'/1 Takke ObLTM ONTMCAaHBI Y TTO3BOHOY -
HbIX. BbL10 MokazaHo, 4To reH Crx SIBJSIETCS OPTOJIO-
roM reHoB Orx] u Ofx2 MJIEKONUTAIOLINX. DTO
yIaJI0Ch YCTAHOBUTH ITyTeM COMNOCTABJICHUST PacCIIO-
JIOXEHMUSI TPEX TEHOB B XpOMOCOMaX, IIPA TOM, UTO I10
xXapakTepy o9kcrpeccun reH Crx, 3KCIIPECCUPYIO-
Iuiics B TJIA3HOM ceTyaTKe, oTyimdaeTcs Kak oT Orx ]
u Otx2, TaK U OT OPTOJIOTOB y 6€CMIO3BOHOYHBIX — Ofx
JTaHLeTHUKa 1 otd nposzopunbl (Plouhinec et al.,
2003). [Moxoxast cuTyalyst onyucaHa v 1Jisl TeHa Pax6,
KOTOPHBIM aKTUBHO MU3y4aJicsl Y TIO3BOHOYHBIX U Oec-
IMO3BOHOYHBIX B KAYECTBE OHOTO 13 KIIIOYEBHIX paH-
HUX PETYJISITOPOB HOPMAaJbHOTO Pa3BUTUSI 3PUTEIIb-
HbIX cTpYKTYp (Quiring et al., 1994). Kak u B ciyyae ¢
reHamu O1x, TOJIBKO CPaBHUTEJILHO HEAAaBHO, OJIaro-

Japst aHaJIu3y XPOMOCOMHOTO PACITOJIOKEHUST ObLIO
YCTaHOBJIEHO, YTO TeH Pax4 BaseTCs mMapajoroM re-
Ha Pax6. 3a BpeMsl CBOEi DBOJIIOLIUM, B OTJIMYME OT
Pax6, nociienoBaTeIbHOCTD U PETYJISITOPHAs 00JIaCTh
reHa Pax4, yqacTBYIOLIETO B pa3BUTUM TTIEYSHU Y T1O-
3BOHOYHBIX, CUJIbHO U3MeHWIMCh (Matsushita et al.,
1998). M3MeHeHUs HYKJICOTUIHOM IMOCIeI0BATEIb-
HOCTH Pax4 HacTONBKO CyIIIECTBEHHBIE, YTO TpU (hu-
JIOTEHETUUECKOM aHAJIM3e IJIsl HErO He OOHAPYKUBACTCSI
TOMOJIOTOB y 6€CITO3BOHOYHBIX U HA (DUJIOTEHETUYE-
CKOM JepeBe (DOpPMaIbHO OH BBITJISIAUT KaK HOBBIM
I'€H IMMO3BOHOYHbIX, XOTs B LlCﬁCTBVITCJ]bHOCTM ABJIA-
eTcst mapajoroM Pax6 (Holland et al., 2016).

ITO3BOHOYHBIE —
TPUYM® MHHOBATOPOB

OBOJIIOLIMOHHBIM UHHOBALIMSIM TPYAHO J1aTh CTPO-
roe onpenejeHue, Ho, KaK MpaBUJIO, TIOJ HUMU TTOApa-
3yMeBalOT KaYeCTBEHHO HOBbIE aallTUBHbIE OCOOEH-
HOCTU OPraHM3MOB. 3a4acTyl0 OHU MPENCTaBIIOT CO-
0oli OoCHOBY, Ha 0a3e KOTOpOil MOTYT pa3BUBAThCS
MOCJIeAYIOIIME SBOMIOLIMOHHBIE U3MeHeHus. Tak, pa3-
BUTHE 3pUTEJIbHON CUCTEMbI, TTOSIBJIEHUE 1IBETKA WJIn
BO3MOKHOCTU MOJIeTa, OTKPBLIU Tepe UX HOCUTEISI-
MM BO3MOXHOCTH OCBOEHMSI HOBBIX 3KOJOTUYECKUX
aunm. [1pu aToM, Kak otMedan emie B 1905 r. onuH n3
MMOHEPOB UCCJIENOBAaHUIN TIOJUILUIOUANM TEeHEeTUK
Xbioro e Ppu3s “ecTeCTBEHHBIN 0TOOP MOXET 00bsIC-
HUTb Gblcusanue Haubosiee MPUCIIOCOO0JIeHHBIX, HO OH
HE MOXET OOBSICHUTb HosfeieHue Haubosiee MPUCHo-
cobsnieHHbIX” (de Vries, 1905). [Tocnenytoiiiee pa3BuTre
01OJI0TUM MTOKA3aJ10, YTO Bee (peHOTUTTUECKUE MHHO-
BallUM B UTOTE UMEIOT MOJICKYJISIPHYIO OCHOBY. OHU
SIBJISIFOTCSl Pe3yJbTaTOM T€HETUUECKUX W3MEHEHUI,
BJIMSIONINX Ha OMOJIOTMUYECKYIO (DYHKIIMIO U PEeTyJIsi-
LIMI0 aKTUBHOCTU KaK OTAEIbHBIX OMOJOTMYECKMX
MaKpOMOJIEKYJI, TaK U Ha 00pa3yeMbIX 3TUMU MaKpO-
MoJeKyJaMu ceTeit B3aumoneiicreus (Wagner, 2011).

[lnaH cTpoeHUs TTO3BOHOYHBIX MOXHO paccMar-
pUBaTh Kak IIeJbHYIO MO3auKy, COCTOSIIYIO U3 hu-
JIOTEHETMYECKU B3aMMOCBSI3aHHBIX COCTABIISIIOIINX.
OnIHU MOTYT OBITH IPOCJIEXKEHBI Ha TNIYOMHY OOIIIEero
MpeKa MMO3BOHOYHBIX WJIM JTaKe BCEX BTOPUUYHOPO-
TBIX, ¥ TIOCITYKWJI OCHOBOI T (DOPMUPOBAHMS Xa-
pakTepHbIX YepT coBpeMeHHbIX rpy1i (York, McCauley,
2020). Apyrue He UMEIOT OYEBUIHBIX MMPEAIIECTBEH-
HUKOB Y BBIMEPILIUX WX HbIHE XKMBYLLIUX IMPEACTaBU-
Teneir 6ecrmo3BoHOYHBIX (Lowe et al., 2015; Satoh,
2016).

Crmcok MOp@OJOTUYECKMX OCOOCHHOCTEH IO-
3BOHOYHBIX BHYIIMTEJIEH U Cpeau Haubosee obIle-
MPU3HAHHBIX HY>KHO YIIOMSHYTh: Pa3BUThIA T'OJIOB-
HOI MO3T, COCTOSIIMK 13 TPEX OCHOBHBIX OTIE/IOB,
BKJII0Yasl YHUKAJIbHbBIM IS ITO3BOHOYHBIX KOHEUHBIIA
MO3T, CJIOXKHO YCTPOSHHYIO eprdepruIeCcKylo HEPB-
HYIO CHUCTEMY C MapHbIMM CEHCOPHBIMM OpraHaMwu,
BHYTPEHHEE YXO C BECTUOYJISIDHBIM amrapaToM U MOo-
JIYKPYIJIBIMA KaHaJlaM{, MBIIIEYHBIN IbIXaTeJIbHbII
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ammapar, yepern, cOpMHUPOBAHHBINA XPSIIEBON 1/UU
KOCTHOI TKaHBIO, HaIKaOepHYIO, TIOIKAOECpHYIO M
[JIA3HYI0 MYCKYJIaTypbl; MHOTOKaMepHOe cepille C
CEpIEUYHOM MYCKYIaTypoOil; TJIIOTOYHEIE apTEepHU C
SHIOTEIUEM; CETMEHTUPOBAHHYIO CUCTEMY ITOYeY-
Hoit ¢dunbrpauun (Janvier, 2003; Gee, 2018; York,
McCauley, 2020).

OIHOI U3 IPKUX OCOOEHHOCTE! MO3BOHOYHBIX
SIBJISIETCSI TO, YTO MHOTHE UX MOP(POIOTNYEeCKUE MH-
HOBALlUM Pa3BUBAIOTCS MPU HEIMMOCPEACTBEHHOM
Y4aCTUU OJHOM MOMYJISILUN SMOPUOHATBHBIX KJle-
TOK — KJeTok HepBHoro rpeoHs (KHI) (Sauka-
Spengler et al., 2007; Hall, 2008; Trainor, 2013).
HMHoraa aTy KJIeTOUHYIO MOMYJISILIUIO TaXKe Ha3bIBa-
IOT YeTBEPTHIM 3aPOAbIIIEBEIM JINCTKOM, IT0 aHAJIOTUU
U B IOMOJTHEHUE K TPEM KIJTACCUMUECKUM TUITAMU 3apO-
IBIIIEBBIX TKAHE — 3KToAepMe, Me30oAepMe U SHIIO-
JiepMe.

HepsBHblii rpebeHb YHUKAJIEH 111 TO3BOHOYHBIX,
U OH TIPEJCTaBIISIET COOO0I MOMYJISIIINI0 MUTPUPYIO-
IIMX CTBOJIOBBIX KJIETOK, MAIOIIMX Havyaao MHOXKEe-
CTBY BHEIIIHE Pa3sHOPOIHBIX CTPYKTYp M UYepT, BO
MHOT'OM U OIIPEACISIONINX CTPOSHME 1 00K IT03BO-
HOUYHBIX. B 4mnciie mMpom3BOIHBIX HEPBHOIO TpeOHS
MOXKHO Ha3BaTh 3HAUMTEJIbHYIO YacThb Iepudepuye-
CKOIM HEPBHOI CHUCTEMbI, IMTMEHTHBIE KJIIETKH, 3JIe-
MEHTHI cepilla U 3y00B, a TakxKe, TaK Ha3bIBaeMYIO,
“HOBYIO TOJIOBY” MO3BOHOYHBIX — XPSIIIEBbIE U KOCT-
HBIE CTPYKTYpPhI (pOpMUPYIOIIYE YEPEITHO-JINIICBOIA
ckener (Gans, Northcutt, 1983; Northcutt, 2005;
Green et al., 2015). Y 4eq0CTHOPOTBIX CKEJIET IoJIo-
BBl JIOTIOJIHSIETCSI YETIOCTHBIMM CTPYKTypaMu, HECy-
mumu psansl 3yooB (Northeutt, 1983; Kuratani, 2004;
Northcutt, 2005; Gans, Green et al., 2015; Brazeau,
Friedman, 2015; Miyashita, 2016).

Bce »Tu uHHOBaIMM, BKJIIOYAIOIIWE Pa3BUTUE
HEPBHON U CEHCOPHOM, IbIXaTEJIbHON U KPOBEHOC-
HOI cucTteM, cKejleTa U MYCKYJaTypbl MO3BOJWUIU
pPaHHUM MO3BOHOYHBIM TepeiiTh K 0ojiee aKTUBHBIM
0o0pasy XKM3HU U MUTaHUS U, B UTOTE€, OCBOUTH HOBbIE
MecTta obuTaHuss U 3Kojorudyeckue Huium (York,
McCauley, 2020). Psno mccinemoBaHMil ITOKa3bIBaeT,
yto 1 B Hatuu 1M KHI npoposkarot yyacTBOBaTh B
HEMpepbIBHON MOP(HOJIOTUUECKOI SBOITIOLIUU COBpe-
MEHHBIX BUIOB, HAIPUMED, Y AOMAIITHUX XUBOTHBIX
(Wilkins et al., 2014; Prescott et al., 2015; Sanchez-
Villagra et al., 2016). DTo CBUIETEIBCTBYET O TOM, YTO
KHTI He TonbKO y4acTBYIOT B (DOPMUPOBAHUU MHO-
TUX YK€ COCTOSIBIIMXCSI CTPYKTYP TTO3BOHOYHBIX, HO
U OCTAlOTCSI ICTOYHUKOM Pa3BUTHSI HOBBIX MpPU3HAa-
KoB U ocobeHHocTeil xuBoTHBIX (York, McCauley,
2020).

3HaunTeIbHAS YaCTh HALIMX 3HAHUI 00 aMOpHO-
HaJIbHOM Pa3BUTHH MO3BOHOYHbIX ITOJIy4YeHa B pabo-
T€ C TPATUITMOHHBIMU MOJIETbHBIMM OObEKTaMU, Ta-
KMMM KaK 3apOMAbIIIKM MBIIIE, Kyp, pbIO, LIMOpLE-
BoIX JIsiTyieK (Gilbert, 2006).
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JlocTOMHCTBaMM 3TUX OOBEKTOB SIBJISIIOTCS: BO3-
MOXHOCTb MOJIYYEHMS KMBBIX 3aPOIBIIIEH 11 TIPOBE-
JIEHUST 9KCIIEPMMEHTOB IIPAKTUYECKU B J11000€ BpeMsl
rojia, BO3BMOXHOCTb CO3JaHUSI TeHETUUCCKUX JIMHUIA,
BO3MOXHOCTb IMIPMMEHEHMSI MMEIOIINXCs JabopaTop-
HbIX METOAMK U IOIXOJOB, JIEeTAJIbHO pa3padoTaHHbIE
IIPOTOKOJIBI JUISI pabOThI U comepKaHusI KaK 3MOpHO-
HOB, TaK 1 B3POCJIBIX 0CO0OEi B TA0OPaTOPHBIX YCIIOBH -
SIX, KAYECTBEHHO OTCEKBEHMPOBAaHHbIC U IpOoaHaIN-
31UpPOBaHHEIE TEHOMBI M TPAHCKPUIITOMBI. DTH OCO-
OeHHOCTH, 0e3yCIOBHO, UTPAIOT BaXXKHYIO POJIb IS
YCIEIIHOIO MpoBeaeHUs (PYHKIMOHAIBHBIX 3KCIIE-
puMeHTOB. B TO ke Bpems, Ij1s UCCaeI0BaHUs 3BO-
JIIOLIMOHHOM MCTOPUM MO3BOHOYHBIX OCOOYIO IIEH-
HOCTb IPHUOOPETAIOT NCCIICIOBAHUS TaK Ha3bIBAEMbIX
“HeMonmenbHBIX” 00beKTOB. He oOmagas HaGopom
Ka4yeCTB, JeJIAOIINX UX YIOOHBIMHA IS KOM(OPTHOM
JabopaTopHOil padOThI, 3TU KUBOTHBIE, OJHAKO, 3a-
HUMAIOT BaxKHbIe (PMJIOT€HETUYECKUE y3JIbl Ha 3BO-
JIIOLIMOHHOM IIyTU IIO3BOHOYHBIX, YTO OOBSICHSIET
BO3pacTaloluii B MOCAEAHUE TOIbl MHTEPEC K UX UC-
cienoBaHusIM. K TakuM oObeKTaM MOXHO OTHECTU
MpeacTaBUTENCH XPSIIEBbIX 1 JTyYelephIX PhIO, a TaK-
ke oecuemoctHbIX (Dahn et al., 2007; Ota, Kuratani,
2007; Oisi et al., 2007, 2013; Green, Bronner, 2014;
Braasch et al., 2015; McCauley et al., 2015; Pasquier
etal., 2017). MccnenoBaHus XpsIIIEBBIX PbIO MOTYT
IIOMOYb OTBETUTH Ha BOIIPOCHI ITOSIBJICHUS 11 9BOJIIO-
LM KOXKHOT'O CKeJIeTa U IOSIBJIICHUS MApHbBIX TIJITABHM-
KOB. ApXaWuyHble TIPEICTABUTEIA JIydelephlX, Takue
KaK OCETPOBLIC PHIOBLI U TTAHLIMPHAS IITyKa — BOIIPOCHI
TpaHc¢hopMalliK TJIABHUKOB B KOHEYHOCTHU U DBOJIIO-
1M ceHcopHbIx opraHoB (York, McCauley, 2020). B
cBoeit MoHorpacduu C. OHO OTAETIBbHO aKIIEHTUPOBAJI
KOHTPUHTYUTUBHEIN TE3MC O TOM, YTO CTPYKTYPHI
0oJjiee 3BOIIOLIMOHHO ITPOIBUHYTHIX XXMBOTHBIX, KaK
MpaBWIo, OEpyT CBOE Hadajao OT 0a30BBIX, a HE OT
MIPOABUHYTHIX MPEACTaBUTENCH IIPEeIKOBOIM I'PYIIIEL.
B cBs3u ¢ 3TMM, aBTOp HpeajiaracT NOHUMAaTh Tep-
MUH “TIPUMUTUBHBIN” KaK “He3a(UKCUPOBAHHBIN U
0000IIeHHBIN”, a “IpOOBUHYTHIIN” — KaK “crierma-
JusupoBaHHbI” (Ohno, 1970).

B pamMkax ucciegoBaHUii ICTOPUM U MEXaHU3MOB
dopMUpOBaHUS T'eHOTUIIA ITO3BOHOYHEIX ITIyTeM Te-
HOMHBIX OYIJIMKAIINKN YIIOMSIHYThIE IIPEACTaBUTEIN
pbIO MHTEPECHBI TEM, UTO Y OCETPOBBLIX OOHapyKeHa
MOJIUIUIONNS, a HaHIIUPHAsI IIyKa, HAIIPOTUB, OT/IE-
JIMJIACh OT OOIIEro CTBOJIA COBPEMEHHBIX KOCTUCTBIX
pBIO 10 TIpou3oIIealneit y mpenka 3toit rpymsl [T/
(Sacerdot et al., 2018; Du et al., 2020).

KpyrinopoTele, B KOHTEKCTE MCCICIOBAHUS BO-
IIPOCOB paHHEl ABOJIOIMOHHONM HCTOPUM I103BO-
HOYHBIX, 3aCJIy>KMBAIOT OTAEIbHOTO PACCMOTPEHMSI.

KPYIJIOPOTBIE — TEHHU
SABBITBIX TTPEJKOB

B cuiny cBoero (pmioreHeTM4eCKOro moJIoXKeHUs,
KPYTIJIOPOTHIE, OTASIUBIIMECS OT OOIIEro CTBOJIa Ha
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CaMBbIX paHHUX 3TaIlaX SBOJIIOIIMHU TTO3BOHOYHBIX SIB-
JISIIOTCST OY€HDb YIAYHBIM MOIEITBHBIM OOBEKTOM JIJIST
KUCCIeOBaHUS TIPOUCXOXKIESHUST TTO3BOHOYHBIX U UX
YHUKaJBbHBIX ocobeHHocTeit (Shimeld, Donoghue,
2012). CoBpeMeHHbIe KPYIJI0pOThie BKIIOYAIOT B Ce-
051 MMHOT M1 MUKCUH, 3HAYUTEJIbHO OTJIMYAIOIINXCS
MEXIy co0Oi IO BHEIIHEMY BHIY M 00pasy KU3HHU
(Bayramov, 2018). B cBs13u ¢ 3TuUM, puaoreHeTu4e-
CKO€ POJCTBO MeXIy MUHOTaMHW, MUKCUHAMU U Ye-
JIFOCTHOPOTBIMM JTOJITOE BPEMST OCTaBaJOCh IpeaMe-
TOM mMCcKyccuii. OmHa TUIoTe3a Mpearoaraia, 4ro
CECTPUHCKUMU TPYyMNIaMu SIBJISIIOTCSI MMHOTH U 4e-
JIIOCTHOPOTBIC, a MUKCUHBI pACCMATPUBAJINICh B Kade-
CTBE BHEIIHell rpyniibl (MapaduiieTudeckoe Mpouc-
XOXIEHUE KPYTJIOPOThIX). Eit MpOTHBOCTOSUT B3MISIA HA
KPYTJIOPOTBIX, KaK Ha eAMHYIO TPYMITy MOHOMDUICTH-
YECKOTO MPOMCXOXICHUS, B TIOJTHOM COCTaBE CeCT-
PHMHCKYIO 4eTI0OCTHOPOTHIM (Janvier, 1996; Heimberg
et al., 2010). B mocienHee BpeMs OoJjiee yBepeHHOE
MTOATBEPKACHUE TTOJTyYnJia BTOpask TUIoTe3a 06 3BO-
JIIOLIMOHHOM €IMHCTBE COBPEMEHHBIX KPYTJIOPOTHIX,
MIPOM3OIICAIINX OT Pa3HOOOPa3HOM TPYHITEI Oecue-
JIIOCTHBIX PBIO — OTHUX M3 TIEPBBIX MPEICTABUTEICH
MO3BOHOYHLIX, MOSIBUBIIMXCS OKoJio 500 MJH JieT
Hasan (Janvier, 2015; Onimaru, Kuraku, 2018; York,
McCauley, 2020). K coxaneHuo, MUHOTY U MUKCUHBI
SIBJISTIOTCSI €AVHCTBEHHBIMU HBIHE KMBYILIMMU TIPEI-
CTaBUTEIISIMU 3TOM TPYIIITEI, a OCTAJIbHBIEC OECYETIOCT-
HBIE, KaK M TIepexogHbie (POpMBI OT OSCUEITFOCTHBIX K
YeJIIDCTHOPOTBIM, BhIMepJIM 0KoJio 300 MJTH JIeT Ha3al
(Donoghue, Purnell, 2005; Donoghue, Keating, 2014).
SBNSISICH CECTPUHCKON [JIST YETIOCTHOPOTHIX TPYII-
TOi1, COBpeMEeHHBIE KPYTJIOTOPbIE 3aHUMAIOT BaXKHOE
duoreHeTUYECKOE TIOJIOKEHUE, TI03BOJISISI TyTeM
CPaBHMUTEILHOTO aHAJIN3a UX CTPOSHUS CO CTPOEHU-
€M YeJIIOCTHOPOTBHIX PEKOHCTPYUPOBATh YePThl 00-
11IeTO TpeaKa MO3BOHOYHbIX. [Ipu TOM, YTO C 3BOJIIO-
IIMOHHOM TOYKM 3peHUSI, MUHOTU U MUKCHHBI B paB-
HOIi CTeTIeHU UHTEePECHBI TSI UCCIIeIOBaHMS 0a30BbIX
YepT MO3BOHOYHbIX, B JIJAOOPATOPHBIX YCTOBUSIX MUHO-
T, TIPY BCEX MMEIOIINXCS TEXHUIECKUX OTpaHMYEHM -
SIX, BCE XK€ MMEIOT CYIIECTBEHHOE MPEUMYIIIECTBO Te-
pen MukcuHaMu. B3pocibie 0coou MUKCUH TPYIHOIO-
CTYITHBI, TIOCKOJIBKY JKUBYT U HEPECTITCS Ha OOJTBIITNX
ryOMHAaX, 3apOJBIIIM Pa3BUBAIOTCS HECKOJBKO Mecs-
IIEB W JUIST COAEPKaHUsI STUX KUBOTHBIX TPEOYIOTCS
creumagbHble nabopaTopHble yciaoBusa (Ota et al.,
2007; Kuratani, Ota, 2008; Shimeld, Donoghue,
2012). PaboTa OTBbI M KOJJIET, ONMCHIBAIOIIAsT Pa3BU-
THE HEPBHOTO TPeOHSI Y MUKCHUHBI — THSIBKOPOTA
byprepa Eptatretus burgeri, omyonukoBaHHas B 2007 r.,
cTaJjla IEpBbIM MCCIeMOBaHUEM Pa3BUTUSI MUKCUH 3a
ooiee ueM 100 et (Ota et al., 2007). MuHOTH Xe IB-
JISIIOTCSl HanboJiee TOCTYIMHBIMU [JIsI UCCeI0BaHUMA
npeacraBureseii Kpyriopotbix (Bayramov et al., 2018).

IMTonbITKU PEKOHCTPYKLIMKU OOJIUKA U CTPOCHUS
0o011IeTO MpeaKa MO3BOHOYHBIX HEM30EKHO CTaTKM-
BaIOTCS C PSIAOM TPYIHOCTEM, TAKUX KaK OTCYTCTBUE
HaAEKHBIX BHEIIHUX TPYIIN IJisI COBPEMEHHBIX I10-

3BOHOYHbBIX U HEOJOCTATOK I/IH(I)OpMaL[I/II/I (6] (1)I/IJ'IOI‘C—
HETUYCCKHM BaXHbIX IPEBHUX IIPCACTABUTCIIAX KPYTI-
JIOPOTHBIX, B CJIY CBOCI'O CTPOCHMS ITJIOXO COXPAaHAIO-
IIUXCS B NAJIEOHTOJOTUYECKOM JIETOMUCU (Onimaru,
Kuraku, 2018).

bmvkaiiimyMu  poaCcTBEeHHUKAaMU TTO3BOHOYHBIX
SIBJISIIOTCSI OecueperHble (JJaHLIETHUKMW) U 000JIOYHU -
KM (acCIUaInn), KOTOPBIE II0 CBOEMY CTPOSHMIO CUJIEHO
OTJIMYAIOTCS OT ITO3BOHOYHBIX. BHYTpHU 3BOJIIOLIMOH-
HOI1 JTMHUM TTO3BOHOYHBIX KPYIJIOPOThIE TPATULIMOH-
HO pacCMaTpHUBAaIOTCS B KAYECTBE BHEIITHEM I'PYIIIIHI 10
OTHOIIIEHUIO K YEJIFOCTHOPOTHIM, OHAKO HEJIb3s MC-
KJIIOYAThCSI, UYTO OTACIbHBIE MOP(POJOrMUYecKUe OCO-
OEHHOCTU MX COBPEMEHHBIX IIPEICTABUTENICI I — MIHOT
1 MUKCHUH — UMEIOT BTOPMYHOE IIPOUCXOKACHNE. DTU
OOCTOSITETLCTBA CHUXKAIOT HAJEXKHOCTh MPUMEHEHMUS
TPaIUIIMOHHBIX (PUIIOTEHETUIECKMX METOIOB, OCHO-
BaHHBIX Ha aHaIM3e cHAroMopduii (0OLIMX IMpU3Ha-
KOB IPEIKOBOI M JJOYSPHMX IPYIIIT) U IPUACPKUBAIO-
IMUXCS NPUHLIUIA MaKCHUMAJIbHOM ITapCUMMOHUU
(3KOHOMHOCTH YMCJIa COOBITUIA).

MacmTa6Has padboTta Kypaky 1 Koyuier, BKIo4aB-
I1as aHajInu3 55 CeMEeCTB TeHOB IT03BOHOYHBIX, KaK 1
PSIIO TIOCIEAYIONINX MCCISIOBAHUM, CBUIETEIBCTBO-
BaJIX B ITOJIb3Y TMIIOTE3bI O IBYX OOIIMX MIJISI BCEX I10-
3BOHOYHBIX payHJax MOJHOT€HOMHOM IYyIUIMKAalLI1
nx obmero npeaka (Kuraku et al., 2009; Lagman
et al., 2013; Campanini et al., 2015; Gutierrez-Mazariegos
et al., 2016). B To ke BpeMs, pu paboTe ¢ Gecue-
JIIOCTHBIMHU, MCCIeAoBaTe/IM Hen30eXXHO oOpalmain
BHUMAaHME, UYTO IIPY aHAJIM3€ (PUIOTeHUH U IIOCTPOe-
HUM GUITOreHeTUYECKUX IEPEBLEB, TEHbI OECUETIOCT-
HBIX 329aCTYyIO YBEpEHHEN IPyNIIUPYIOTCS IPYT C APY-
TOM, YeM C OPTOJIOTaMU YeTIOCTHOPOTHIX. I1pu aTOoM
o011Iee YMCJIO TeHOB Y O€CUETIOCTHBIX U YEJIIOCTHOPO-
ThIX 9acTo coBnanaeT (Qui et al., 2011). /11 moHnMa-
HUS 3TOTO (peHOMeHa ObLI MPOBEASH aHaIN3 TOMEO-
OOKCHBIX TeHOB Emx, )11 KOTOPBIX ObLJIa paHee ycTa-
HOBJICHA myrumMKauusa B nuHuM muHOr (Tank et al.,
2009). bpuio moka3zaHo, YTO CTOJIb YacTO HabJtogae-
Masl KJIacTepU3aliisl MHOXECTBEHHBIX MUHOXKbMX I'e-
HOB MOXET OBITh CBSI3aHA CO BTOPMYHBIMH M3MEHE-
HUSIMHM UX TIOCJICIOBATEIbHOCTEM, TPOUCXOMSIITNMU
He3aBHUCUMO Y pa3HbIx napajoros (Noro et al., 2015).
DTa 0COOEHHOCTh TEHOB MUHOT AaXKe MOJIydriia Ha-
3BaHUe “MUHOXUI nuanekT” (Manousakiet al., 2011;
Smith et al., 2013).

JJIsT peKOHCTPYKIIMU TIPEAKOBOro (heHOTUIIa IT0-
3BOHOYHBIX OBIJT MPeIOIKEH TTOAXO0, OCHOBAHHBIN Ha
YCTaHOBJICHUHU TTATTEPHOB SKCITPECCUU T€HOB IO TTOJI-
HOT€HOMHBIX QYITUIMKAILINI — METOJ XpOHOJIOTUYECKOM
pexkoHcTpyKumu ¢yHKun oHojioroB (CHROF ot
chronological reconstruction of ohnolog functions)
(Onimaru, Kuraku, 2018). DToT moaxon MO3BOJISET
BOCCTAHOBUTh MATTEPH 3KCIIPECCUU TTPEIKOBOTO Te-
Ha OINMUpasiCh Ha IMMATTEPHBI €TI0 TOUYePHUX FTeHOB, TIPO-
LIEIIINX MyTh CyodyHKIMoHanu3anuu. [1penmomna-
raeTcsl, YTo PETyJISTOpHas Cyo(hyHKIIMOHAIU3ALS
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oHouioroB nocJe I1I'J] oTpaxkaeTcst B CXOACTBE MaTTep-
HOB uX 3KcIpeccuu. B ocHoBe cyOdyHKIIMOHanIu3a-
1IMU, COTJIACHO YIOMMWHABILIEHCS BbIILIE MOAEIU IIy-
TUIMKALM U -BbIPOXKIEHUSI-TOTIOTHEHUSI, JieXaT KOM-
TUIEMEHTapHbIe U3MEHEHUS PETYJISITOPHBIX 3JIEMEHTOB
oHoJjioroB. Ha ocHoOBe aHaiu3a MaTTepHOB OHOJIOTOB
PEKOHCTPYUPYETCSI 3BOJIOLIMOHHBIN TMyTh UX TaTTep-
HOB U MaTTePH NpeaKoBoro reHa. Eciu HabmomaeTcs
CXOJICTBO 3KCIPECCUMU OHOJIOTOB B OMpPEAEIEHHON
MOPdOIOTUYECKOUN CTPYKTYpPE Y HECKOJIBKUX COBpE-
MEHHBIX BUIOB, MCTOPUS 3TON CTPYKTYPBl MOXKET
OBITh MpOCeXeHa 10 3Tara, MpeaiiecTBYOIIEro mo-
SIBJIEHUIO COBPEMEHHBIX OHOJIOTOB B pe3yjbTare
II'1. IMTpuMepoM Momo0HOM PEKOHCTPYKIINUA MOXKET
BBICTYNaTh aHaJIU3 TATTEPHOB 3KCIIPECCUU TEHOB
Pax2, Pax5 v Pax§, NOSIBUBIIMXCS B pe3yJbTaTe IBYX
payHnoB III'J] (Kozmik, 1999; Bassham et al., 2008;
Goode, Elgar, 2009). Y Mbliiieii 3T TeHbI 9KCIpec-
CUDPYIOTCSl Ha TpaHUIIE CPEIHEero U 3aJHero Mo3ra, a
Pax2 n Pax§ TakKe 3KCIPecCUpPYyIOTCs B MpoHedpo-
ce. Y MuHor HabJonaeTcst akcrpecust Pax2 B Tex ke
ctpykrypax (McCauley, Bronner-Fraser, 2002), uto
MO3BOJISIET MPEATOJIOXUTh HAIWYKUE Y MPEAKOBOTO
MO3BOHOYHOTO HAJIWYMUE CTPYKTYP TOMOJIOTMYHBIX
rpaHUIIE CPENHETO U 3aJHETO OTAEJIOB MO3Ta U Mpo-
Hedpoca, ¢ akcnpeccueit B HUX romosora Pax2/5/8.
B nonnepxky 3Toi rumore3bl TOBOPUT TO, UTO IKC-
npeccus reHa Pax2/5/8 y naHeTHUKAa UMEET CXOI-
CTBa C DKCIIpeccrueil TOMOJIOTOB Y MO3BOHOYHBIX
(Holland, 2013). Takoii ke moaxo ObLI IPUMEHEH K
aHaIM3y 3KcIpeccuu TeHoB 7bhx5 u Thx4 B mepeaHNX
U 33IHUX TTAPHBIX KOHEYHOCTSIX TTO3BOHOYHBIX pery-
JIUpyeMbIX crielin(UIeCKUMU 151 KaXXI0TO BUaa KO-
HeuyHocTu 3HxaHcepamu (Menke et al., 2008; Min-
guillon et al., 2012; Adachi et al., 2016). IIpeamnonara-
eTCsl, YTO MPEeAKOBbIi reH Tbhx4/5 akcnpeccupoBacs
B €AMHCTBEHHOI Mape KOHEYHOCTel MPeIKOBOIO MO~
3BOHOYHOTO, a MOC/e TYIJINKALIMKU TPOU30IILia Cy0-
GyHKIIMOHAIM3ALIMS JOYEPHUX TEHOB CO CielhaIu-
3alMeN KaXA0Tro U3 HUX HA BKCIIPECCUU B OTHAEIIbHOM
nape KoHeyHocTteil. OcraeTcs, npaBaa, OTKPbITbIM
BOIIPOC SBJSJIACH JIM 3Ta CYO(hYyHKIMOHAIM3AIUS
MPUYUHON UK CJIEICTBUEM MOSIBJIEHUS Y TOTOMKOB
nByx map koHeuHocteit (Ruvinsky, Gibson-Brown,
2000). K coxxaneHuio, ImajaeoHTOJOTUISCKIE UCCIIe-
JIOBaHWS PaHHUX TI03BOHOYHBIX METACIIPUTITUHbI
Metaspriggina walcotti v xaitkoynxtuca Haikouichthis
ercaicunensis, XVBIIUX 00 pas3iejeHusi OecuentocT-
HBIX U YEJIOCTHOPOTHIX TTOKAa HE OOHAPYXWIN Y HUX
cJienoB MapHBIX KoHeyHocTeil (Shu et al., 1999; Shu
et al., 2003; Zhang, Hou, 2004; Morris et al., 2014).
B To Xe Bpems y psiia paHHUX TIpeAcTaBUTEIIeid 6ec-
YeJIIOCTHBIX, TaKUX KakK Fuphaneropidae, aHacTiuIbl
Anaspida, tenonontel Thelodonti n muTkoBbie Os-
tracodermi onMcaHbl MapHbIE TUIABHUKU, XOTS UX TO-
MOJIOTUSI C KOHEYHOCTSIMU YEJIIOCTHOPOTBIX Hebec-
CIIOpHA, U SBJsIETCS IIpeaMeToM auckyccuit (Ruvin-
sky, Gibson-Brown, 2000; Coates et al., 2003; Sansom
et al., 2010, 2013).
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VSI3BUMOCTBIO TIPEUTOKEHHOTO TTOIX0Aa SIBIISIET-
csl MpUHUMAaeMOe B HEM JOMYIIEeHNE, YTO CYODYHK-
[IMOHAJIN3AIIN ABJISIeTCS 6oJiee pacIpoCTpaHEHHBIM
SBJICHHEM, 4eM Heo(hYHKIIMOHAIM3AIINSI, IO Kpaii-
Hell Mepe, TIPeJIOKeHHBINM alrTOPUTM MO3BOJISIET pe-
KOHCTPYMpPOBaTh TMNpPEeIKOBbIe MATTEPHBI TOJBKO B
9TOM ciiyyae. Takxke MpU OTOXAECTBIEHUU MOpdo-
JIOTUYECKOU 3BOJIIOLIMU C U3MEHEHHUSIMU MAaTTEPHOB
9KCIIPECCUN T€HOB HE YYMTHIBAETCSI BO3MOXKHOCTH
TOTO, YTO HOBasl CTPYKTypa MOXET ITOSIBUTHCS HeE
BCJICICTBUE TIOSIBJICHUSI HOBBIX, a IyTEeM Ilepepac-
TpeneieHns] aKTUBHOCTH YK€ MMEBIINXCS Y Oopra-
HU3Ma TeHOB, MX (DYHKIIMOHAIHLHOTO IIepeKITIoue-
Hud. B 11eioM aBTOpBI MpemiaraeMoro noaxoaa Bbl-
paxkaroT HameXdy, YTO ero MpUMEHEHHE ITO3BOJIUT
HaWTH BOJIIOIIMOHHBIE KOPHU MHOTUX YHUKAJTBHBIX
CTPYKTYp ITO3BOHOYHBIX Y paHHUX TpeicTaBHUTeNCH
rpynmsl (Onimaru, Kuraku, 2018).

HOX-TEHBI — HA TINIEYAX TUTAHTOB

HMcropuyecku, UMIYJIbCOM K MHOSIBJICHUIO TUITO-
Te3bl O NMMOJTHOIT€HOMHBIX NYIUIMKALIASAX Y TO3BOHOY-
HBIX BO MHOT'OM TTOCJIY>KWJIO OTTMCAHUE U UCCIIeN0Ba-
HUe Hox-TeHOB, KOTOpbI€ MPEACTaBIISIIOT COOO0I ce-
MEMCTBO BBICOKOKOHCEPBAaTUBHBIX TI'OMEOOOKCHBIX
T€HOB OOHAPYXEHHBIX B TeHOMaX MHOTUX IPYIII X1 -
BOTHBIX. OHU KOIMPYIOT TPAHCKPUITLIIMOHHEIE (haK-
TOPBHI, y4acTByIOIINE B TP OepeHIINPOBKE BIOJIb I1e-
penHe-3amHeli ocu Tesia (Graham et al., 1989; Carroll,
1995). B renome Hox-TeHBI CIpyNIUpPOBaHbBI B KJIa-
CTEpHl. Y MJIEKONUTAIOLIMX OMKMCAHO YETHIpE Iapa-
JOTMYHBIX Hox-KjacTepa, KOTOpEIe BO3HUKIUA B pe-
3yJIbTaTe OYIUIMKAUA OT OOIIEero IpeaKoBOro Kila-
cTepa Ha paHHUX 3TallaX 3BOJIOLUN MO3BOHOYHBIX
(puc. 4, Duboule, Dolle, 1989; Pascual-Anaya et al.,
2013; Parker, Krumlauf, 2017). B oTaeabHBIX JIMHUSIX
IMMO3BOHOYHBIX MOXHO HA0II0JATh KaK JOIOJHUTEIb-
Hble DYTUIMKAllMM, TaK M YaCTU4YHbIe yTpaThl Hox-re-
HoB (Kuraku, Meyer, 2009; Pascual-Anaya et al., 2013).
Ha ocHoBe cxoncTBa mocienoBaTeIbHOCTEM M MOJIO-
JKeHUs B Kjactepax Hox-reHbl O3BOHOYHBIX MOApa3-
nensiorcs Ha 14 rpyrmn nmapaioroB (I'TT) (Krumlauf,
1994). Apkoit ocobeHHOCTHIO Hox-KilacTepoB MO3BO-
HOYHBIX SIBJISIETCS X KOJUIMHEAPHOCTh — B XOA€ OHTO-
reHe3a IPOCTPAaHCTBEHHO-BpEeMEHHAsT 3KCIIPECCHUST
Hox-TeHoB BIOJIb ITepeaHe-3aaHe OCU KOPPEIUpyeT
C UX pacnojioxXeHueM B Kinactepe. [1pu aToM opueH-
Tauus (pacronoxenue 5' 1 3' KOHIIOB) Y BCEX TEHOB B
Kjactepe coBranaeT. [IepBbIMU 3KCIIPECCUPYIOTCS
aHTepUOpHBIE T'eHbl, oTHocsuecs K I'TI1 u pacno-
JIOXKEeHHBIe Ha 3' KOHIIe KJacTepa, TO €CTh KOJUIMHE-
apHOCTh HOCHUT KaK BPEMEHHOI, TaK M IIPOCTpaH-
ctBeHHbI XapakTep (Duboule, Dolle, 1989; Kmita,
Duboule, 2003; Duboule, 2007). DTo nposiBisieTcs B
HaOII0gaeMOM Habope 3KCIPEeCCHMOHHBIX JTOMEHOB
Hox-renoB, nHorma Ha3eiBaeMoii Hox-KomoM, KOTO-
pBIIA OTpaxkaeT OCOOCHHOCTU CTpaTU(MUKAIIUU pa3-



180

BAMPAMOB u 1p.

['pynnbl mapajoron

3 12 11 10 9 8 7 6 5 +4 3 2 1,
ot L HOO— O
MBliib Hoxg {F——AHHHHHF{HHH+
Mus musculus | poxc THHHO—HT TH ] 1
toxd  —THTHIH—OHT OO0
14 13 12 1110 9 8 7 6 5 14 3 2 1=
poet —— ([ - -
hoxf —| |—| |—| |—| |—| I—' l—'-{l |—| H
= ] ] X ] !
Mopckast MUHOTa hoxy L L ' .
Petromyzon hoxd [ | 1 A
marinus howe. —_HI— -0 ‘' -
hoxg [l {1 1 [+
" 7 Sxenpecenpyioren
n ‘l‘epenglX KJIETKax
HEPBHOTO IpeOHs
J'IaHLl?THMK 15 14 13 12 11 10 9 8 7 6 5 4 3 2 1
Branchiostoma
foridae

Puc. 4. Knactepsl Hox-reHoB, oGHapykeHHbI€ Y JJAHIIETHUKA, MMHOT 1 MyieKornuTatonux (rmo Parker et al., 2019a).

HBIX TKaHeil 3apoiblllia BAOJb IepeaHe-3aaHeil ocu
tena (Mallo et al., 2010).

Hox-reHbl CBSI3aHBI ¢ MOIYJISILIMEIT PEryISITOPHBIX
CUTHAJIOB B 3aJHEM OTeJIe MO3Ta 1 KJIETKaX HEpPBHO-
ro rpedHs1. 3agHUIT MO3T MO3BOHOYHEIX MMEET BhIpa-
SKEHHYIO CETMEHTHYIO CTPYKTYPY, BKIIOYAIOIIYyI0 7—8
poMOOMEpPOB U BIMSIOIIYI0 Ha HUPPepeHINPOBKY
YyepeIrHO-JIUILIEBBIX CTPYKTYp dyepe3 KHI', murpupy-
IolllMe U3 HEPBHOU TpyOKM B kabepHble myru. Kak
nokasaiau (GYHKIIMOHAJIbHbBIE MCCICAOBAaHUS y pa3-
HBIX TPYIII YeJTIOCTHOPOTHIX, pojib Hox-TeHOB B pa3-
BuTtuu 3agHero Mmosra u KHI', mo-Buaumomy, sIBjsi-
€TCsI BBICOKOKOHCEPBATUBHOM 1 MOXKET OBITh IIPOCIIE-
>K€Ha Mo MeHbIIIeH 10 YPOBHSI OOIIIETO TIpeaKa IPYIIIbI
(Parker et al., 2019a). Ctonb npeBHee MPOUCXOXKACHUE
MOATBEPXKAACTCI WM KOHCEPBATUBHOCTBIO PETYJISITOP-
HBIX 3JIEMEHTOB — HoX-3HXaHCepOB, OMPENe/ISIONINX
MPOCTPAaHCTBEHHYIO CErMEHTALINIO 3KCITpeccuu U Hox-
YyBCTBUTEILHBIX 3HXAHCEPHBIX 3JIEMEHTOB, OTHOCSI-
IIMMCS K PeryIupyeMbIM UMU reHaM-multieHsM (Kim
et al., 2000; McEwen et al., 2009; Ravi et al., 2009;
Parker et al., 2011, 2014b; Parker, Krumlauf, 2017).

AHaJIn3 TeHOMOB JBYX BUIOB MUHOT — MOPCKOit
MmuHoTrU (Petromyzon marinus) 1 TAXOOKEAHCKOI M-
Horu (Lethenteron camtschaticum) Toka3ajl HaJIu4ue
y HEX ecTn Hox-KiactepoB (B IoJiTopa pa3a 60Jib-
1Ie, YeM y YeJIFOCTHOPOTHIX!), YTO CBUACTEIILCTBYET O

JIOTIOTHUTEIBHBIX AYTJIUKALIMSIX y MUHOT (puc. 4,
Kuraku, Kuratani, 2006; Mehta et al., 2013; Pascual-
Anaya et al., 2018; Smith et al., 2018). IIpu 3Tom no-
Tepst yactu Hox-TeHOB B KJIaCTepax YMEHbIIIUIa KO-
JIMYECTBEHHYIO Pa3HUILy MEXIy MUHOTamMu U 4e-
JIIOCTHOPOTBIMM — Y MUHOT oO0HapyxXeHo 42 Hox-re-
Ha, a y Mblllieid 39 — pa3HuUIla OTHIONb HE B ITOJITOpa
paza (puc. 4). B Haubonee antepuopHbix ['TI1—4, Ko-
TOpbIE€ U CBSI3aHbI C DKCIIPECCUEl B 3aJJHEM MO3Te U
KHT', B cuy yero mpuKoBBIBaIOT K ceb6e MaKCUMalb-
HOO€ BHUMaHUe ucciieoBaTesieil, y MUHOT OTTMCaHO
14 reHoB, a y mbiieii — 12 (Parker et al., 2019a). I1po-
BeJICHHBII HEJaBHO aHAJIM3 TeHOMA U TPAaHCKPUIITO-
Ma MUKCUHBI Eptatretus burgeri oOHapyXuJl y 3TOTO
Buna 40 Hox-reHOB, IIPEAIIONI0XKUTEILHO pacupee-
JIEHHBIX 110 6 Kiactepam (Pascual-Anaya et al., 2018).
CpaBHeHue ux ¢ Hox-kjnactepaMyd MUHOT BBISIBUJIO
psa obux yepT. Kaxaplii BUa MMeeT OIrHaKOBOE
konndectBo Hox-napaioros B I'TI1—4, u 3T0 yKa3bi-
BaeT, Ha TO, UYTO, BEPOSITHO, pa3aeieHue Hox-kiacre-
pPOB OECYETIOCTHBIX TMPOU3ONLIO 10 JAUBEPreHIUU
MUHOT U MUKCUH — 6oJjiee 400 MUJJIMOHOB JIET Ha3al
(Kuraku, Kuratani, 2006).

XoTs mecTb Hox-Ki1acTepoB KPYTJIOPOTHIX HE TT0-
JIydaeTcsl OMHO3HAYHO (DUITOTeHETUYECKU COOTHECTH
C YEeThIpbMsI KJIacTepaMU 4esItocTHOpOThIX (Pascual-
Anaya et al., 2018), 3To He CBHUAETEILCTBYET OJHO-
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3HAYHO 00 MX He3aBUCUMOM mpoucxoxaeHuu. [1po-
U30IIeAIIee TTOCIe MPEeAKOBOM TyIIUKALIMKU ObICTPOE
pasneneHue TPy ¢ MocaeayolIeil X TMBEPreHIIN -
el B TOM 4HCIie U 10 HYKJIEOTUAHBIM/aMUHOKHUCITOT-
HBIM MTPEAITOYTEHUSIM MOTYT CYIIIECTBEHHO OCJIA0UTH
BO3MOXHOCTh WX YBEPEHHOTIO (hUIOTE€HETUUYECKOTO
00BbeAMHEHNSI HA OCHOBE AOCTYITHBIX CETOMHS aaro-
putMmoB (Qiu et al., 2011). B cBoio ouepenb, peKOH-
CTPYKLIUU, OCHOBAHHbBIE Ha COITOCTaBJICHUH TTOPsIAKA
TFEHOB B XPOMOCOMaAX Y Pa3HbBIX TPYIIIT IIO3BOHOYHBIX,
COOTBETCTBYIOT MOJIEJIN, B KOTOPOI y O0ILIeTO mpeaKa
KPYTJIOPOTHIX U YETIOCTHBIX ObLIIO UeThipe Hox-Kia-
crepa (Smith et al., 2018).

Ananm3s skcrpeccun Hox-reHoB MUHOT BBISIBIJT Y
HUX MHOTO OOIIIUX 4epT ¢ Hox-reHaMM 4eJTI0CTHOPO-
TBIX, IIPEX/IE BCETO KACAIOIINXCsI 9KCIIPECCUN B POM-
OoMepax 3aTHEro MO3ra M KJIETKax HEpBHOTO I'peOHsI
(Parker et al., 2019a). Otanuyust HaGIOJAIUCH B Ae-
TajsgX MO3OHEH 3Kcmpeccuy B 0O0JIaCTU 3agHETO
MO3ra, 3HIOCTUJIE U Me30JepMe IIePBOI1 XKabepHO
nyru. ComnocTaBjieHUE XapakTepa BKCIpecCHuUu U
KJIaCTepHOII opraHu3auuu Hox-TeHOB y MUHOT U
YeTIOCTHOPOTHIX MO3BOJISIET 3aKIIOUYUTh, YTO MpE-
KOBble (yHKIIMM Hox-T€eHOB B 3TUX TpyIlIax BO
MHOI'OM COXPaHSIIOTCSI, HO ITO-pa3HOMY pacIipeie-
JISTIOTCST MEXXIY OJOYepHUMU Kjaactepamu. dpyrumu
ciioBamMu, Hox-KjiacTepbl MUHOT U YEJIFOCTHOPOTBHIX,
nMesl obllee IIPOUCXOXKIEHUE, MPOLUIM Ha CBOEM
9SBOJIIOLIMOHHOM ITyTH pa3Hble BapUaHThI CyO(MDYHK-
LIMOHAIU3al U U,

Y 06ecrno3BOHOYHBIX XOPIAOBBIX — JIAHIIETHUKOB U
000JIOYHUKOB — TakXke HaOJo1aeTcs KoJUIMHeap-
HOCTb €IMHCTBEHHbBIX Hox-KJ1acTepoOB BAOJb MEpe/I-
He-3aJHel HEUpaJbHOM OCHU, XOTS, Y 3TUX TPYIII HE
OOHapyXUBAaEeTCsl XapaKTEPHON s MO3BOHOYHBIX
CerMEHTAlMU POMOOMEPOB U KJIETOK HEPBHOTO Iped-
Hs (Parker, 2019b).

ITOJIHOTEHOMHBIE AYIUNIMKALIMN
Y ITO3BOHOYHbLIX — OJJHA XOPOLIO,
A JIBE JIYUYIIE

OCHOBHBIE MpennoiaraeéMble CIICHapU TTOJTHOTE -
HOMHBIX IYIUIMKAIIMN Yy MO3BOHOYHBIX BO MHOTOM
OIMUpAalOTCsl Ha TIPUCYTCTBUE OMHOTO Kiactepa Hox-
TeHOB y UX OJVKANIINX pOACTBEHHUWKOB — JIAHIIET-
HUKOB M O0OJIOYHUKOB, U pa3HOE KOJUYECTBO KJia-
CTEpOB B IBYX pPaHO Pa3meUBIIUXCS BETBSIX IMO3BO-
HOYHBIX — 0€CYEIIOCTHBIX (11eCTh HoXx-K1acTepoB) U
yemocTHhIX (ueThipe Hox-kmacrepa). Mcxons us ta-
KOT0 KoJnuecTBa Hox-KJ1acTepOB IMOHSITHO, YTO B UC-
TOPUM TO3BOHOYHBIX UMETN MECTO KaK MUHUMYM JIBa
payHIa OyTUTMKAIIWiA, a Y 6eCUeTIOCTHBIX, CYIIS 10 BCe-
My, 4 Oosibliie. MiccienoBateniu, Kak MpaBuiio, CXOISIT-
¢s1 BO MHEHHH, YTO OIWH payHII IIPOU3OIIIE]T Ha YPOBHE
o6ero npenka no3BoHouHbIX (Holland, Ocampo Da-
za, 2018). A BOT 110 NOBOLY BTOPOTO payHaa (1 BO3MOXK-
HBIX TOITOJTHUTEIBHBIX) — BEAYTCS TMCKYCCHM.
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INepBoii ObLIa BBIABUHYTA TUIIOTE3a O ABYX PayH-
Jlax y OOllIeTo TpeaKa MO3BOHOUHBIX 10 pa3ae/eHUs]
JIMHUIA OecUeIIOCTHBIX M 4YetoCcTHOpPOoThix (Mehta
et al., 2013), a ocHOBaHUEM [JIsI IOCJIEAYIOIIMX IIepe-
CMOTPOB U JAMCKYCCUI BO MHOIOM CTajJl MpPOBEIEH-
HbIIi MTOAPOOHBIN aHAIN3 CEKBEHUPOBAHMSI MTOJTHOTO
reHoMa MOPCKOU MUHOTH.

IMonyyeHne NOTHOLEHHOIO CHUKBEHCa TeHOMa
MUHOTH 0Ka3aJIOCh HENPOCTOoM 3amadeii. /leno B ToM,
YTO OTHOM U3 0COOEHHOCTEI MUHOT, HapsIay CO CITO-
COOHOCTBIO (DYHKIIMOHAJIbHOI pereHepaluu CIUH-
HOTr0 MO3Ta Jaxe BO B3POCIIOM COCTOSIHUH, DBOJIIO-
LIMOHHO HE3aBUCUMOIO Pa3BUTHUS adalTUBHOTO MM-
MyHUTETa U psila APYTUX, SBIsercs ¢uanyeckas
IUIaHOBAasI IIEPECTPOoiiKa TeHoMa Ha paHHUX CTaIMsIX
pazButust (PGR or Programmed Genome Rear-
rangement). DTa reHOMHasl mepecTpoifka COCTOUT B
penykumu mpuMepHo 20% reHoma (okoio 0.5 mMipm
OCHOBaHU1 U3 2.3 MJIpI OCHOBaHUII BCEro reHoma)
(Smith et al., 2018). HaunHaeTcss oHa Ha ceabMOM
KJIETOYHOM JEJICHUHU U JJIUTCSI OKOJIO TPeX CYTOK, IO~
CJIe YeTro TOJIbKO T€HOMBI KJIETOK 3apOJbIIIEBOMN M-
HUM HECYT MOJIHBIM TEHOM, & COMaTUYECKUE KIETKU —
penyuupoBaHHbIN. O4eBUIHO, YTO MOJHBII TEHOM-
HBIII CHMKBEHC B TaKOM CJIydya€ MOXHO ITOJTYyYUTh
TOJIBKO TIyTEM aHajn3a TeHOMOB KJIETOK 3apOJIblIiie-
BOI TMHUM, 4TO ObLUIO caenano B 2018 . (Smith et al.,
2018). ITpoBegeHUe MpenBapUTEIbHOIO KapTUpOBa-
HMSI pacrpeleaeHus] KOHTUTOB T10 CyTiep-cKaddo-
nmaM (super-scaffolds — coOpaHHBIE TTOCIIE CEKBEHM-
pOBaHMS TEHOMHbIE MPOTSLKEHHBIE (pparMeHThI, CO-
Jepxalue B cpegHeM oKoyo 10—20 MJIH OCHOBaHUIA,
KOTOpBIE B HaJIbHEUIIIEM IIPEAIIoJaraeTcs oObeau-
HSITh B XpPOMOCOMBI) ITO3BOJIMIIO COTIOCTaBUTh PacIio-
JIOXKEHUE TEHOB Y MUHOT 1 HEKOTOPBIX YEJIFOCTHOPO-
TeiX. bilaromapsi pa3BUTHIO aArOpUTMOB 00pPabOTKU
OOJIBIIIMX MAaCCUBOB JAHHBIX, B OCHOBE 3TOTO COIIO-
CTaBJICHUS JIXKAJIO YXe BBbISIBIEHUE HE OTAEIbHBIX
T€HOB-OPTOJIOTOB, a LEJIBIX I'PYIIIT OPTOJIOTMU MEXIY
pa3sHBIMU T€HOMAaMM.

CorocraBjieHMe TeHOMa MOPCKOIl MUHOTU C Te-
HOMaMM KypUIIbl U MaHUUPHON 1IyKU (MpeacTaBu-
TeJIb KOCTHBIX TAHOWUJOB, ¥ KOTOPBIX, B OTJUYUE OT
0o0J1ee 3BOJIIOLIMOHHO MPOABUHYTHIX KOCTUCTBIX PbIO,
He ObLIO JOTOJHUTENIbHON AYIIMKALMU) TTO3BOJIMI
BBIIBUHYTH TUnoTte3y o6 omHoM payHae I1T'] y ob1ie-
ro Mpeaka Mmo3BOHOYHBIX, C MPEAIIEeCTBYIOIIMMUA UM
JIOKQJIbHBIMU AYTUTUKALIMSIMU OTAEIbHBIX yUaCTKOB U
MOCJAEAYIOIIUMU JTOMOJHUTEIbHBIMU MYTUIMKALIUSI-
MU XpPOMOCOM Yy OecuemocTHhIX (puc. 5, Smith et al.,
2015, 2018). DTo mpenIonoXeHNe OCHOBAHO HA TOM,
YTO GOJIbIIE TTOJIOBUHEI (6 13 11) MUHOXKXBHX OPTOJIO-
TUUYECKUX IPYIII COOTBETCTBYIOT ABYM KYPUHBIM XpO-
MocoMaM. Eiiie nBe rpynnbl He HaXOAAT YeTKOH ro-
Mosioruur. OcTaBUIMECS TPU TPYNITbI UMEIOT TOMOJIO-
TUIO C YeThIpbMs XpoMocoMaMmu. YTo, Ka3zanock Obl,
CBUJIETEJILCTBYET B MOJb3Y JABYX OOIIMX PAayHIOB Y
MTULL U MUHOT, TPUYEM, 3TU XPOMOCOMBI HECYT KaK
pa3 XOpollo oxXapaKTepu3oBaHHbIE TeHbl — ofxHa Hox
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qe]’HOCTHOpOTbIC

becuemocTHbIe

OO6mumit
MpenoK
ITO3BOHOYHbIX

[To Smith et al., 2018

YenoCTHOPOThIE ! |

becuentocTHbIe

Oomwmit Oommit
MPETOK MPEIOK
O3BOHOYHBIX MO3BOHOYHbBIX

[To Sacerdot et al., 2018

YentoCTHOPOTEIE

becuentocTHbIE

ITo Simakov et al., 2020

Puc. 5. CxeMbl pacCCMOTPEHHBIX MOJIe/Ieli TEHOMHBIX AYIUIMKALIMIA Ha paHHUX 3Talax pa3BUTHUS TO3BOHOYHBIX. [1IJ] — rmoaHo-

TCHOMHBLIC OYTIJIMKAllUH, .]-[Z[ — JIOKAJIbHBIC OYTIJIMKALINU.

n MHC, Bropasg — ParaHox n NPYR, tTpetbst — RARm
ALDHI. Ogpako CMHUT M KOJUIETH IIpEIIoJIaraior,
YTO TakKasl KapTHMHa MOTJIa BOSHUKHYTh B pe3yJIbTaTe
TpeX HE3aBUCUMBIX XPOMOCOMHBIX IYIUIMKAIIUIA,
npenmectBoBaBiux I1T]1. Takum obpa3om, corac-
HO IIpemjiaraeéMoil MOJIeNIM, IO pasfeiieHus Oecue-
JIIOCTHBIX 1 YEJIOCTHOPOTHIX Yy MX OOIIEro mpeaka
CHavaJjia MMPOU3OIIJIN OTACIAbHBIC AYIIMKALIUU Tpex
XpPOMOCOM, a 3aTE€M OAHAa ITOJIHOTEeHOMHAasI TyILIMKA-
mus (puc. 5, Smith et al., 2018). Xots1, aBTOpHI TTOJI-
HOCTBIO HE MCKJIIOYAIOT BEPOSITHOCTU TOTO, YTO HBI-
HEITHWIT KapuOTUII MUHOT M YEIIOCTHOPOTHIX MOT
c(opMUPOBATHCS B pe3yJIbTaTe IBYX PAYHIOB ITIOJTHO-
TeHOMHOM AYIUIMKALMU C TOCJeAYIoIe aIuMuHa-
Uel 3HAYUTEIbHOIO YKCJIa XpOMOCOM, OHU OLICHU-
BAIOT TAaKOU CLIEHAPUM KaK MEHEE BEPOSTHBIN.

ABTOpHI TTOJIaTaloT, YTO Y MUHOT €CTh OTIpeaeIcH-
HBbIE OMOJIOTUYECKHE OCOOCHHOCTH, KOTOPBIE MOTYT
Coco0CTBOBaTh (DUKCAIIMU XPOMOCOMHBIX TyTUTMKA-
it B 31O Tpyrme. Kaprotunm MUHOT (OCHOBHBIM
00bekToM CMHTA M KOJUIET SIBJISIETCST MOPCKast MIHOTA
Petromyzon marinus) cocrout npumepHo u3 100 xpo-
MOCOM, Cpeay KOTOPBIX MHOTO, TaK Ha3bIBa€MBbIX,
MaJIBIX XPOMOCOM, IYIIIMKAIIAS KOTOPBIX OymeT 3a-
TparuBaTh MEHbIIIEe YMCIIO TEHOB, M C OOJIBITIEI Be-
POSITHOCTBIO TIPOMIET YCITEIIHO IJISI OpraHu3Ma, YeM
aHaAJOTUYHAsSI TYTUTUKAIIASA KPYITHBIX XPOMOCOM Y Ue-
noBeka. [IpoBenentoe B 2020 1. ceKBEeHUpPOBAaHME Ie-
HOMa “IajJbHEBOCTOYHON pyuybeBOii” MHHOTH Le-
thenteron reissneri BBISIBUIO Y 3TOr0O Buaa 72 XpoMo-
coMbl (Zhu et al., 2020). C npyroii cTOpOHbI, MUHOTU
MOTYT OBITb OUYEHb IJIOMOBUTHI (IIPOXYKTUBHOCTH CAM-
KM MOPCKOIT MUHOTY MOXeT mocturath 300000 nkpu-
HOK), B CWJIY YeTO HOCHUTEJIb OMHON MyTallil MOXKET
pacIpoCTpaHUTh €€ Ha OOJIBIIIOE YMCIIO TOTOMKOB B
nonyiasuuu (Smith et al., 2015, 2018). IIpuueM, ecTb

OCHOBaHUS TI0JIaraTh, YTO 3TU XapaKTePUCTUKU ObI-
JIV TIPUCYIIIM MUHOTaM Ha MPOTSKEHUM COTEH MUJI-
JIMOHOB JIET UX 3BOJIOLIMOHHONW UCTOPUU, B CUITY Ye-
IO OHM TIPEACTABIISIIOT COOOM OYEeHb peJIeBAaHTHYIO
MOJIeJIb UCCIEAO0BaHUSI OCOOEHHOCTEN IMPEeIKOBBIX
¢OpM MO3BOHOYHBIX, BITOJIHE BEPOSITHO 00J1aJaBIINX
BBICOKOU TUIOTOBHUTOCTBIO M GOJBIITUM YHCIIOM Ma-
JIBIX XpoMocoM (Smith et al., 2018).

IlepBble TTOMBITKU PEKOHCTPYKILIUMU MPEAKOBOTO
KapuoTHuIla ObLIN MpoBedeHB HakataHm u KoJjurera-
mu B 2007 T., KOTIa UCCIIeTOBATEIN BBIIEININ B Te-
HOMe uyesioBeKa KOHCEpPBATHMBHbBIE J1JIs TO3BOHOYHBIX
rpymmisl cBsi3aHHBIX TeHOB (Nakatani et al., 2007).
CpaBHeHUE 3TUX TPYMIl C TPyNIaMU APYrux Mo3BO-
HOYHBIX (PBIO) 1 000I0YHIKOB II03BOJIMJIO BEIAEIUTh
OHOJIOTM U TIPEAIOJIOXKUTh HAJIWYME Y MPEIKOBBIX
Mo3BOHOYHBIX OT 10 g0 13 xpomocoM. ITo Mepe Ha-
KOTUIEHUSI JAHHBIX CEKBEHUPOBAaHUS IpencTaBUTe-
Jieli pa3HbIX IPYII MO3BOHOYHBIX BO3POCIU BO3MOX-
HOCTU UX IIUPOKO(POPMATHOTO CpaBHEHUSI U Gosee
TOHKUX pekoHcTpykuuii. B 2018 r. Cacepnor ¢ Koi-
JieraMu MpU ITOMOILU pa3paboOTaHHOTO UMU AJITOPUTMA
AGORA (Algorithm for Gene order Reconstruction in
Ancestors) Ha OCHOBe aHaau3a 61 reHoMa COBpeMeH-
HbIX TTO3BOHOYHBIX TTPOBEN PEKOHCTPYKIIUIO TIPEJI-
KOBOI'O TeHOMa aMHHOT — OpPraHU3MOB C OPUEHTHU-
pPOBOYHBIM Bo3pacToM 326 MiaH JeT. BriOopka
BKumioyasna 40 BUgoB MJIICKONUTAIOMINX, 3 BUAA IITHII,
2 pentuiauu, 1 amdubuio, 8 KOCTUCTBIX PbIO, KUCTE-
Mepylo pbidy, 2 TIpeacTaBuTeseil 000J0UHUKOB, HEMAa-
Tony u apo3zoduiy (Sacerdot et al., 2018). B pesynbrare
B MPENKOBOM T'€HOME aMHMOT TIPEAMNOJOXUIN HaJIU-
ype 19786 reHoB. BBUIM OTIpeesieHbI TTpearonaracMbie
Tnapbl OHOJIOTOB M BBISIBJICHBI 51 TIpOTSKeHHAas TIpel-
koBast oonactb (CAR — Contiguous Ancestral Re-
gions) — ¢parMeHTBI TeHOMA, CoAepxKallue OoJice
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50 reHOB KaXIblii 1 MO pa3Mepy COOTBETCTBYIOIINE
xpomocomaM. IlosmyueHHble (pparMeHTHI TPYITITAPY-
1otcs B 17 Terpan (17 rpynm o 4 CAR), uto Hauboee
BEPOSITHO COOTBETCTBYET JIBYM payHIaM TOJHOTe-
HOMHBIX IyTuKaiuii. [Ipuuem, BbISIBJIEHHbIE aBTO-
pamu 17 TeTpam COOTBETCTBYIOT 17 MPeaKOBBIM CBSI3-
kaM (CLG — Chordate Linkage Group) BbISIBIIEHHBIM
paHee Mpu CPaBHEHUU CUHTEHUU F€HOB B XpPOMOCO-
Max yejioBeka M cKa(ddoagax reHoMa JaHIETHUKA
(Putnam et al., 2008). KonnyecTBeHHOE OTKJIOHECHUE
OT TOYHOTO 0XKMJAeMOT0 Y1cJia XPOMOCOM, KPaTHOTO
YeThIpEM MOXKET OBbITh OOBSICHEHO MCYE3HOBEHUEM
OTAEIbHBIX XPOMOCOM UJIU O0OBEAUHEHUEM IBYX XPO-
MOCOM B OIHY. DTH SIBJIEHUSI MOXHO OBLIO OBI TIPO-
CJICIUTD MyTeM aHaJIN3a TeHOMOB BHEIITHUX TPYITI, HO
B CJIyyae MO3BOHOYHBIX T€HOMBI JIAHLIETHUKOB U 000-
JIOUHUKOB JUIS1 9TUX LIeJel, K COXaJIeHUIO, HE MOIXO0-
JISIT, TIOCKOJIBKY OOOJIOUHUKHU CYIIECTBEHHO JTUBEPTH-
pOBaJIX OT CBOETO MPENKOBOI0O COCTOSIHUS, a Y JTAHLIET-
HUKOB T€HOM CJIMIIIKOM (dparMeHTrpoBaH. O6a 3Thux
OOCTOSITEILCTBA 3aTPYAHSIIOT YCTAaHOBJIEHUE XPOMO-
coMHoIi roMosioruu. B pamkax cBoeii monenu Cacep-
JIOT U KOJUIETU MPEAIoaraloT HaInyue y MpeaKkoBbIX
MO3BOHOYHBIX 17 XpOMOCOM, KOTOpBI€ TpU TEPBOM
payHe nyrjavKalvu aaav Hadano 34 xpomocomam. B
JajJbHEWIIEM IMTPON301LIO 7 O0OBSIMHEHWIT XPOMOCOM
U o0IlIee UX YMCIO PEAyLIMPOBAJIOCh 10 27, KOTOphIE
BO BTOPOM payH[ie, TPOU3OIIeAIIeM 10 pa3aeaecHus
JIMHUI OECUEeIIOCTHBIX U YEJTIOCTHOPOTHIX YIBOUJIUCH
Cc oOpaszoBaHueM 54 XpOMOCOM, YacTb M3 KOTOPBIX
BITOCJIEICTBUM TakxKe 00beAuHsuIMch. He nckitouast
TeOpeTUYECKNE BEPOSTHOCTU U APYTUX ClIEHApUEB,
noJjieMusupyst co CMUTOM U KOJUIEraMH, aBTOPHI TO-
JlaratoT, YTO CpaBHEHUE TeHOMa MUHOT C peKOHCTPY-
WPOBaHHBIM T€HOMOM MpelAKa aMHMOT Jaetr Oosee
KOPPEKTHBIE Pe3yIbTaThl, YeM COITOCTaBJICHUE C OT-
NeJIbHBIMU MPEACTaBUTENSIMU  UEJIOCTHOPOTHIX. B
pamkax mnpenjgoxeHHoro CacepaoT M KoJuleramu
aHajiM3a TPYIIbl OPTOJOroB B cyrep-ckaddonaax
MUHOT B OOJIBILIMHCTBE CJlydaeB COOTBETCTBYIOT Ue-
TBIPEM XpOMOCOMaM Y NIpeJika aMHUOT (B OTJIMYKE OT
Moaean CMUTa U KOJIJIer, B KOTOPOil JOMUHUPOBAIO
cooTHoleHue 1 : 2), yTo noaaepXruBaeT TUIIOTE3Y O
JIBYX OOIIMX payHAax MOJIHOTEHOMHOM AYTUTMKALUU
0 pasfefieHus1 0eCUYETIOCTHBIX U YeIOCTHOPOTBIX

(puc. 5).

Eme ogHa Momenb TeHOMHOI AYTUIMKAIUMU Y TO-
3BOHOYHBIX ObLIa mpeanokeHa CMMaKOBBIM M KOJI-
neramu B 2020 1. B Heii, ¢ yaeToM OOHOBJICHHBIX JaH-
HBIX, aBTOPBI paCCMaTPUBAIOT JaHIETHUKA KaK Han-
Oojiee OAM3KYI0 K TIPEAKOBBIM ITO3BOHOYHBIM
rpynmy. [ToctpoeHue Moaenu onupaercs Ha Te ke 17
BBISIBJICHHBIX KOHCEPBAaTUBHBLIX OT JIAHIETHHKA IO
yesnoBeka cBI30K (CLG). ABTOpHI IIpediararT pac-
cMaTpuUBaTh CUHTECHUIO I'PYMII TeHOB 0e3 ydeTa IT0-
psiiKa T€HOB B HMX, KOTOPBII, 110 UX MHEHUIO, MOT
CPaBHUTEJIBHO JIETKO MEHSTHCS B XOIE DBOJIIOLUU
(Simakov et al., 2020). Kapuotun jaHLEeTHUKA CO-
ctout u3 19 xpoMocoM, KOTOphIe, KaK IIpeaIioaraeT-
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cs1, mpousonuiv ot 17 npeakoseix CLG, nipeteprieB
HEKOTOpHIE JIOKaJdbHBIE TIIpeoOpa3oBaHusa. YacTte
XPOMOCOM IIO3BOHOYHBIX, B CBOIO O4Yepelb, TaKXKe
npousouun oT ogHoro CLG, a HekoTopble — B pe-
3ynbTaTte cImsTHus nByx min tpex CLG ¢ mocienyio-
UMW U3MEHEHUSIMU. Majible XpOMOCOMBI MUHOT,
MaHLUMPHON IIYKM W KYpPULIbI pasMepoM MeHee
15 MJTH TTap OCHOBAHMWIT CYMUTAIOTCS ITOTOMKAMM O~
Hoit u3 CLG (Simakov et al., 2020). CoriacHo npen-
JloxxeHHou mozaenu, 10 uz 17 CLG mnpencraBieHbl B
BUJIE TETPaJ y YETIOCTHOPOTHIX, & OCTAJIbHbIE — B BU-
JiIe TPUILIETOB. DTO CBUAETEIBCTBYET B IMOJb3Y IBYX
payHIOB OYIUIMKALUKA C MOCHEAYIOLIEN yTpaToi ya-
CTU XpOMOCOM. AHAJIN3 CIMSIHMSI XPOMOCOM YEeJIIOCT-
HOPOTBIX IMOKa3bIBA€T, YTO OOJIBIIMHCTBO 3TUX CO-
OBbITUI TPOU3OIILIO MEXIY MEPBLIM U BTOPBIM payH-
IamMu ayriavkanuid. B To xe Bpems, y KpyIrJIOpOThIX
MMOCJICACTBUI 3TUX CAUSHUN He HAOJII0IaeTCs U XpO-
MOCOMbBI MUHOT, CyJisl TTO BCEMY, HAIIPSIMYIO TPOU30-
v ot onuHouYHbIX CLG. Ha ocHOBe 3THUX JaHHBIX
aBTOPBI BBIABUTAIOT TMIIOTE3y 00 omHOM payHae [1I']
IO pa3aefieHUs1 0eCUETIOCTHBIX U YeTIOCTHOPOTHIX, C
MOCJIEAYIOIIUM BTOPBIM PAyHIIOM B JIMHUU YEJIIOCT-
HOpPOTHIX (puc. 5, Simakov et al., 2020).

B otiimame ot 6oitee paHHUX MoIeJeil, B KOTOPBIX
oba paynma I1I'Jl mpenmonarany aBTOTETPATIIIONIN -
3aluo (yaABOeHUE TUTJIOMIHOIO TeHOMa OJHOTO Op-
rann3Mma) (Furlong, Holland, 2002) wiu, HampoTUB,
aJUTOTeTPATUIONAN3ALINIO (CIUSHUE OBYX DUTUIOMII-
HBIX TEHOMOB pa3HbIX opraHu3MoB) (Spring, 1997), B
CrMaKoB M KOJUIETH TIPEIIIOJaraloT, YTo IepBhIii pa-
YHI ObII aBTOTETpAIIONIN3aIICH, a BTOPOI — aIo-
TeTparjionausalnyeii. ¥ MUHOT, TIocJie OTAeeHUs OT
OO6IIIeTO CTBOJIA TTO3BOHOYHEBIX, B MO TIPEIIoia-
raloTcs JOTIOTHUTENIbHBIE HEe3aBUCHUMBIEC IyTIIMKA-
1007078

A YTO HA B5TO CKAXYT I'EHBI?

OmnucaHHBIE MOAEH, pa3padboTaHHBIE B ITOCIIEI-
HUE TOIBI, OITMPAIOTCI Ha IIUPOKOMOPMATHBIN aHa-
JI3 TaHHBIX BBICOKOIIPOU3BOIUTEILHOTO CEKBEHM-
poBaHUS, 00bEM KOTOPHIX CYIIIECTBEHHO PACTET B IO~
ciieqHee Bpems. [IpenMylecTBOM TaKoro IMOIxXona,
0e3yCIIOBHO, SIBIISIETCS MacIlITad B3TJIsiAa Ha ITpo0ieMy
B CHUIY KOJIMYECTBA aHAJIM3MUpyeMoii nHdpopMaiu. B
TO X€ BpeMsl, VISl BBISIBICHUS (PYHKIIMOHAIBHBIX OC-
HOB TIOSIBJICHUSI W Pa3BUTHUSI OTAEIbHBIX CTPYKTYp B
SBOJIIOLIMY Y OHTOT€HE3€ TTO3BOHOYHBIX, BEIYTCS HUC-
CJIeIOBAHUSI OTIOCIBHBIX CEMEMCTB PETYISITOPHBIX Te-
HOB U BUIUTCS BaXKHBIM COMOCTABJIEHUE TTOTy9aeMbIX
JIa0OPATOPHBIX JAHHBIX C BHIIBUTAEMBIMHU TMIIOTE3a-
Mu. B pamkax yTouHeHUS KOMUYECTBA ¥ BpEMEHU TTOJ-
HOTEHOMHBIX NYIUIMKALIM B paHHEH 3BOJIIOIUM TI0-
3BOHOYHBIX MHTEpPECEH 0030p JAaHHBLIX II0 CpaBHU-
TeJIbHOMY aHAJIN3y OPTOJIOTOB PETYISITOPHBIX TEHOB
B JINHUSIX OECUEITIOCTHBIX U YeJIFOCTHOPOTHIX. biraro-
JIapsi CEKBEHMPOBAaHUIO TeHOMa MOPCKOM MUHOTH, B
MOCJeAHNE TOAbl TOBHIIIACTCI W YPOBEHb Jabopa-
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TOPHBIX UCCJIENOBAHUI OTAEIbHBIX CEMENCTB T€HOB Y
3TOM TpyIIIbl. PaccMOTpuM momoapoOHeil HEKOTO-
pbie IIPUMEPHI.

I1pu vccaenqoBaHUY T€HOAPXUTEKTYPbl KOHEUHO-
ro MO3Ta MMHOT, B €ro JOpcajlbHO# YyacTu ObLia 00-
HapyxXeHa aKcrpeccusi TeHoB Pax6 (Murakami et al.,
2001) u Emx (Tank et al., 2009), a B BeHTpaJbHON —
reHoB DIx (Miojin et al., 2001; Murakami et al., 2001;
Neidert et al., 2002). O6HapyKeHUE 30H IKCIIPECCUUN
Pax6 v Dlx v ctajo Ha paHHMX 3Tarax UcCaea0BaHUN
OCHOBHBIM CBUIIETEJILCTBOM HAJIMUYWS Y MUHOT CTPYK-
Typ, TOMOJIOTUYHBIX KOHEYHOMY MO3TY YeJTFOCTHOPO-
ThIX. BriociaencTBuu, y MUHOT ObLIM OOHAPYKE€HbI TPU
oprosiora TeHa Pax6. Bce oHM 3KCIpeccHUpyioTcs B
¢dbopMUpPYIONIMXCS TJa3HBIX CTPYKTYPax U MO3Te, YTO
COOTBETCTBYET IKCIpPECCUU reHa Pax6 y 4eltoCTHO-
POTBIX, Y KOTOPBIX 3TOT T'€H SIBJISIETCS KJIIOUEBBIM pe-
ryastopoM paszButus a3 u [THC (Osumi et al.,
2008; Klimova, Kozmik, 2014). IIpu sToM maTTepH
SKCITPECCUM T€HOB Pax6 MUHOT B IPYTUX CTPYKTypax
pasauvaeTcsl, YTO MOXET CIYXUTh MPUMEPOM IIPO-
CTPaHCTBEHHOI CyO(MyHKIMOHAIMU3aUU. DKCIpec-
cust Pax60. ooHapy:XnBaeTcs B MeYeHM, yKa3bIiBas Ha
TO, YTO Y MPEIKOB ITO3BOHOYHBIX TeH Pax6, 1o Bceit
BUAMMOCTHU, Y4aCTBOBaJI B POPMUPOBAHUU 3TOTO OpP-
raHa (Ravi et al., 2019). AHanu3 cuHTeHUUu (Habopa
COCEJIHUX T€HOB) IoKa3aJ, uTo Pax60, UMeeT ob1ue
cocenHue reHbl (Eif3m u Caluo Ha 5' koHue u Elp4 Ha
3' KoHIIe) ¢ TeHOM Pax6. ] 4eMOCTHOPOTBIX U TEHOM
PAX6 yesoBeka, YTO yKa3bIBae€T Ha MX OPTOJIOTHIO.
Jlokyc muHoxero Pax6B comepxwur rensl Caluf} u
Fbxo47, KoTopble TaKxXKe 0OHAPYKMBAIOTCS B OKPYKE-
HuM reHa Pax6.2 y HEKOTOPBIX IIPeACTaBUTEIIE Ue-
JIIOCTHOPOTHIX. Tpetuit ren Pax6 munor, Pax6y, He
OOHapyXuBaeT CUHTeHUU ¢ Pax reHamMu 4YestoCTHO-
potbix. OOHApy:KeHNE Y MUHOT TPeX OPTOJIOTOB IreHa
Pax6, oueBUIHO, yKa3blBaeT KaKk MUHUMYM Ha JBa
payHIa AYTUIMKalWiA, MPUBEAIINX K UX MOSIBJIEHUIO.
ITockoJibKY TOJNIBKO 1Ba U3 HUX UMEIOT CUHTEHUIO C
reHaMu Pax6 4eJIloCTHOPOTBIX, aBTOPbI 3aKJI0YaloT,
YTO UX JaHHbIE€ BIIOJIHE MOTYT COOTBETCTBOBATh T'-
note3e CMuUTa M Kojier o0 ogHOM OOIIeM payHe
MOJTHOTEHOMHOM AYTUIMKALMY JJ1sI OECUEIFOCTHBIX U
YeJIIOCTHOPOTHIX, a TPETUM opTojor Pax6 nosBuics y
MUHOT B pe3yjbTaTe JIoKajJbHOI myrumkanuu (Ravi
et al., 2019). B To ke BpeMs1, KaK yXe YIIOMUHAJIOCh
BBILIE, UCCJIEI0BAHUSI TEHOMHOTO PACIIOJIOKEHUST U
OCODOEHHOCTEl BKCIIpecCUr IoKa3aaud, 4YTO TeHbI
Pax4 v Pax6 4e110CTHOPOTBIX SIBJISIOTCSI OHOJIOTaMH,
npousoiremnuMu B pesynbrate I1TJ] 1 mociaemyio-
el acuMMmeTpuyHou muBepreHuuun (Manousaki
et al., 2011). IToka3aHo, 4YTO UX dKCHpeCcCHUsT HAOIIO-
JlaeTcs B MeYeHU, ceTyaTKe W IIUIITKOBUIHON XeJe-
3€, UTO YKa3bIBaET Ha OOIIIHOCTD MPOUCXOXKIEHUS pe-
TYJASTOPHBIX 3JIEeMEHTOB. ECTh M OT/IMYMSI, B YaCTHO-
ctu, Pax4 He >3KcripeccupyeTcsl B 1LIEHTPaJIbHOM
HEPBHOM cucTeMe, BKJIIOYas Iia3a U OOOHSTE/bHbIE
TUIaKoAbl. AHAJIM3 aMUHOKMCIIOTHBIX TTOC/IENOBaTeIb-
HOCTel moka3zai, 4to Pax4 npetepiiel 6onee riyooKue

U3MEHEHUSI CBOE CTPYKTYPhI, UTO U ITO3BOJISIET TOBO-
puTh 00 ACMMMETPUYHON OUBEPTreHLIMU OHOJIOTOB
(Manousaki et al., 2011; Holland et al., 2016). B coue-
TaHWU C JAHHBIMH I10 TeHaM Pax6 'y MUHOT (OpTOJIOTH
Pax4 y HuUX moka He OIMCaHbl), Ha Halll B3TJIsO, B
3TOM CJy4Yae MOXHO TOBOPUTH O JBYX payHIax Ioy-
IUTMKALW B UCTOpUU Pax TeHOB — B pe3yJIbTaTe Iep-
BOT'O IIPOM301III0 pa3aeacHue TuHuii Pax4 n Pax6, a
B pe3ysibTate BToporo — Pax6o. u Pax6p. Takoii ciie-
Hapuii BITOJIHE COOTBETCTBYET MOJEIIH IBYX PAayHIOB
T’ mo pasmeneHusT OESCUETIOCTHBIX M YEITIOCTHO-
POTBHIX.

Eilie onHUM MpUMEpPOM BBICTYIIaeT OMKUCaHUE U
KCCieJOBaHNE Y MUHOT U YeJIIOCTHOPOTBIX TEHOB Ce-
MelicTBa Noggin, KOTOpbIE SIBJISIIOTCSI BAXKHBIMU Pery-
JIITOpaMU PaHHEro pa3BUTUSI CTPYKTYP MEpPEaHEro
MO3ra MO3BOHOYHbBIX. Noggin cTajl mepBbIM U3BECT-
HBIM (paKTOPOM, B HOPME CEKPETUPYIOIIUMCSI B 00-
Jgactu IlInemMaHHOBCKOTO opraHu3atopa, JJs KOTO-
poro Oblja ToKa3aHa COCOOHOCTb BbI3bIBaTh (Hop-
MUPOBaHUE NOTOJHUTENIbHBIX OCEil Tela B clydasix
€ro SKCIepUMEHTAIbHON 3KTOMWYECKON 3KCIpec-
CUU Ha BEHTPaJIbHOI CTOpOHE 3apoibliiia aMbuouit
(Dale, Slack, 1987; Smith, Harland, 1992; Lamb
et al., 1993; Smith et al., 1993; Slack, Tannahill, 1993).
BnocnenctBuu ObLIM OMMCaHbI Ba roMoJiora reHa
Noggin — Noggin2 n Noggin4 (Fletcher et al., 2004;
Eroshkin et al., 2006). [loJiroe BpeMsl CYUTAIIOCH, YTO
OCHOBHOI1 (IO CYyTU — €IWHCTBEHHOI ONMCAHHOI1)
dyukuueit Nogginl B pa3BUTUM ITO3BOHOYHBIX SIBJISI-
eTCs MoAaBJIcHUEe CUTHAJILHOTO Kackaga BMP (bone
morphogenetic proteins) — rpymnmbl pOCTOBBIX (DAKTO-
poB u3 cynepcemMeiictBa TGF-beta. Monynsauus ak-
tuBHoctu BMP kackama saBisgseTcss HeoOXOIUMBIM
yciaoBueM isi (DOpMUPOBAHUST HEPBHOW TKaHU U
I depeHIMPOBKM JOpcalbHO Me3oaepMbl (Xan-
thos et al., 2002; Moreau, Leclerc, 2004). ITpu uccie-
JIoBaHUM reHa Noggin2 ObL10 MOKa3aHO, YTO OH 001a-
JIaeT CITOCOOHOCTHIO TTONABJISITL He TOJIEKO BMP, HO
takke n Nodal/Activin 1 Wnt/beta-cathenin cur-
HaJIbHbIE KacKajbl, UTrpalolIUX KIOueBble POJIU B
KJIETOUHOU AudPepeHINPOBKE N Pa3BUTUM TOJOB-
HBIX CTPYKTYP IT03BOHOYHBIX. OBepakcipeccuss MPHK
Noggin2 B 3aponpimax X. laevis ipuBoauT K ¢opMHUpO-
BaHUIO OMOJHUTEILHOTO KOMIUIEKCA OCEBBbIX CTPYK-
Typ, B KOTOPbIX HAOJIIOAAECTCSI SKCIPECCHUS MepeaHe-
rojaoBHbIX TeHOB (Bayramov et al., 2011). V gemoct-
HBIX, 3a MCKIIOYEHUEM KOCTUCTBIX PBIO, OBLIO
omnucaHo 3 reHa cemeiictBa Noggin — Nogginl, Nog-
gin2 n Noggin4. Y MuHOT ObUIM OOHApyXeHBI 4 reHa
(NogginA, NogginB, NogginC u NogginD) (Ermakova
et al., 2020, 2021). I'enbl NogginA, NogginB, NogginC
MPOAEMOHCTPUPOBAIM CXOJCTBO aMUHOKUCIOTHBIX
rocjenoBaTeIbHOCTE U CHHTEHMIO ¢ reHaMu Noggin 1,
Noggin2 4emocTHOPOTHIX, a TeH NogginD — ¢ TeHOM
Noggin4. Oxazanoch, uyto reHsl NogginB nu Noggin2
MMEIOT CXOOHBIN crieln(pUIeCcKii TaTTepH KCIpec-
CHMU B 00JTaCTH KOHEYHOTO Mo3ra (puc. 6a). ['eH Nog-
gin2 TI0O3BHOYHBIX YK€ ObIJT OTIMCaH paHee B Ka4ecTBe
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BaXKHOTO peryJisiTopa (OPMUPOBAHUS TepeaHETo-
JIOBHBIX CTPYKTYyp y amMdpuowmit (Bayramov et al.,
2011). Dkcnpeccus NogginA B HEPBHOW cucteMe U
Me30JepMaIbHBIX CTPYKTYpax, B CBOIO OUYepellb, TTOXO-
a Ha aKcrpeccuto Nogginl, a skcrnipeccust NogginC
MMeeT ODIIMe YepThl KaK ¢ 9KcIipeccueit Noggin I, Tak u
Noggin2. JluddysHblii xapakTep akcnpeccun NogginD
cXolleH ¢ akchnpeccueir Noggin4 4YemoCTHOPOTHIX.
DyHKIIMOHATILHBIN aHAJIU3 CIIOCOOHOCTU TeHOB Noggin
MUWHOT MHIYLIMPOBaTh (DOPMUPOBAHUE JOTIOJTHUTEb-
HOTO KOMILIEKCa OCEBBIX CTPYKTYpP MOATBEPIUI 3TU
roMoJioruu (puc. 66). B cOBOKYITHOCTH, €CITH UCKITIO-
YUTh BO3MOXHOCTb HE3aBUCHUMOTO TIOSIBJIEHUSI CTOJIb
CXOJIHBIX XapaKTepUCTUK T€HOB cemeiictBa Noggin y
0ECYETIOCTHBIX U YETIOCTHOPOTHIX, MOXKXHO 3aKJIIO-
YUTh, YTO K MOMEHTY pasfejieHUus] UX JUMHUMN y UX 00-
ILIETO TIpeJKa YK€ TMPUCYTCTBOBAIU KaK MUHUMYM
TpU pa3HbIx TeHa Noggin. T10CKOJIbKY y OMKamx
POJCTBEHHUKOB TTO3BOHOYHBIX, JIAHLIETHUKOB U ac-
LIMAWI, OTTMCAaHO MO OJHOMY TeHy Noggin, TIosIBJIeHUE
TpeX KOMUii IpeAroaraeT, Kak MUHUMYM, J1Ba payHaa
JIyTUTMKaILi. B cBS3U ¢ 3TUM, UCXOMST 3 COBOKYITHO-
ro aHaJIu3a CTPYKTYPbI, IKCIPECCUU U (PYHKIIMOHATb-
HBIX CBOMCTB TeHOB Noggin MOXHO TOBOPUTbH O JIBYX
payHaax IyruiMKaluii MpeaKoBOro reHoma, Mpou30-
LIEAIIUX B IEPUO MEXY TTOSIBJIEHUEM OOIIIETO Mpe-
Ka MO3BOHOYHBIX M AUBEpreHIneit TMHUit 6ecue ocT-
HBIX U YEJIOCTHOPOTHIX. [IpUXonuTcs mpusHaTh, 4TO
Ha JaHHOM 3Tare Y Hac HET BO3MOXHOCTU YBEPEHHO
YCTAaHOBUTb ObUIW 3TU AYIJIMKALIMU TTOJJHOTEHOMHbI-
MU WU DYTUIMKALUSIMUA KPYTITHBIX (DparMeHTOB TeHO-
Ma. B aTOM ciiyyae 3BOJIIOIIMOHHAST UCTOPUSI TEHOB
Noggin MOXeT ONUCHIBAThCSI KaK Monenbio CMuTa
KOJIIET, TaK 1 Mojaesib CacepIoT 1 KoJuier (puc. 6B).

Monens CuMakoBa 1 KOJUIET, TIpearnojaratonias
OIVH OOILIMIA payHH AYTJIMKALIMU Y MPEAKOBBIX TO-
3BOHOYHBIX, MOXET OIMUCATh MOSIBJIEHWE UMEIOIINX-
cs1 Noggin TeHOB NPpU TIPUHSATUU OJTHOTO U3 AOIYyIe-
HUii: 1) ICXOOHO y ITO3BOHOYHBIX OBLIO ABa IMPEIKO-
BbIXx TreHa Noggin (B 3TOM ciyyae, OYEBMIHO,
NogginA/B/C/1/2wn NogginD/4) nnu 2) He3aBUCUMO
muBepreHuun NogginA/B/C n Nogginl/2 y MuHOr 1
YEeJIOCTHOPOThIX. KOHTpapryMeHTbl B MEPBOM CIy-
yae — oquH Noggin reH y JaHUETHUKOB U 000JI0YHU-
KOB, 2 BO BTOPOM — IOIIapHOE CXOJICTBO MaTTEPHOB
akcnpeccuu NogginA n Nogginl ¢ omHON CTOPOHBI U
NogginB n Noggin2 ¢ npyroii. be3ycioBHO, NosHO-
CTbIO WCKJIIOUUTHh BEPOSITHOCTb peaiv3alii TaKuX
ClIEeHapWeB HEBO3MOXHO, HO OHU KaXyTCsl MEHEE Be-
POSITHBIMU U TPEOYIOIIMMU OOJBIIUX TOMYIIEHUM,
YyeM YIOMSIHYTbhIE BBIIIE Ba payHJa MpeaKoBOM 1y-
mukaiuu (Ermakova et al., 2020).

IMoxoxXyto KapTUHY ITPOASMOHCTPUPOBAJIO UCCIIE-
noBaHue reHoB cemeiictBa CRD (corticotropin-re-
leasing hormone) (Cardoso et al., 2020). Panee y ue-
JIFOCTHOPOTHIX OBIJIO OMMCAHO TISITh TEHOB 3TOTO Ce-
meiictrBa (CRHI1/CRH2/UCNI wn UCN2/UCNS3),
MIPOM3OIIESAIINX OT IBYX ITPEIKOBEIX TCHOB B PE3YJTb-
TaTe OBYX PAyHIOB OYIUIMKAIIAMN C TTOCITEOYIOIIUMU
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yacTUIHBIMU peaykiusmu (Cardoso et al., 2016). ¥V
MUHOT Tak:Ke OBIJIM OOHapyKEeHBI MSITh TEHOB 3TOTO
ceMelicTBa, KOTOpble TPpU (PUIOTEHETUYECKOM aHa-
JIu3e MocjeI0BaTeIbHOCTEN He MPOAEMOHCTPUPOBA-
v TipsiMoii 1 : 1 opToIoTHHM ¢ TeHaAMM YeII0CTHOPO-
TeiX. [Ipn mocTpoeHUU (UTOreHEeTUUYECKUX JIepe-
BbEB TPU MUHOXbUX FeHa IPYMNIUPYIOTCS C TeHaMU
CRHI/CRH2/UCNI, a nBa npyrux — C TeHaMu
UCN2/CN3 4entoCcTHOPOTHIX (TIojlaraeM, Kak U B
cliydyae TeHOB Noggin, 3TO MOXHO Ha3BaTh “O0Jad-
HOM opToiorueii”). DTo IMO3BOJSIET MPEANOI0XKUTh
npoucxoxaeHrue CRH TeHOB MUHOT OT TeX Xe ABYX
MPEeIKOBBIX TeHOB, YTO U CRH T€HOB YeJII0CTHOPO-
ThIX, & OTCYTCTBUE MPSIMOU OPTOJOTUN OOBSICHUTH
YIIOMUWHABIIMMCST BbIlLIE “MUHOXBUM AUATEKTOM” .
IIpoBeneHHBIN aHaIM3 OKPYXaIOIIUX T'eHOB IMOKa-
3aJ1, YTO HEKOTOPbIE U3 HUX MPEACTABIEHBl Y MUHOT
yeThipbMsl KomnusiMu (teTpanamu). Haubosee mpo-
CTbIM O0OBbsSICHEHHEM Takoro pacnpeneneHusi CRH re-
HOB y MUHOT SIBJISIETCSI IPEATIOJIOXEHUE O TOM, YTO B
CBOEIi BOJIIOLIMY OHM TIPOIIJIU TE XKe ABa payHaa 1y-
TUIMKALWA, YTO U TeHbl YEJTIOCTHOPOTHIX, UTO COOT-
BETCTYBET JABYXPAyHAOBBIM MOJEJISIM NYTIUKALIUU Y
npeaka nmo3BoHouHkbIx (Cardoso et al., 2020).

I'enbl, Bxomsiue B mojacemMeiicTBo FoxP, urpaiot
BaXKHYIO POJIb B Pa3BUTUU U IMOIAEPXKAHUM MHOTUX
CTPYKTYpP M (PYHKIIMOHAJIbHBIX CUCTEM OpraHu3Ma —
nerkux, cepaua, [IIHC, nmmyHHoO#T cucreMnl (Song
et al., 2016). benku FoxP comepkaT B CBOeit CTpYKTY-
p€ TP BaxKHBIX TOMEHA — LIMHKOBBIM MHaJjiell, JICHIIM -
HoByio MonHMio n JAHK-cBs3eiBarommit forkhead-
JIOMEH, XxapakTepHblii 11 Bcex Fox 6enkos (Taka-
hashi et al., 2009). Y 1aHIETHUKOB 1 000JIOYHUKOB
ONMCaHO MO OJHOMY TeHy FoxP, B TO BpeMsI KaK y
OOJIBIIMHCTBA MO3BOHOYHBIX — 4eTbipe (FoxPIl—4)
(Takahashi et al., 2009; Santos et al., 2011), xoTs ecTb
n uckimodeHus. Tak, y ntuil orcytcTtByeT FoxP3, ay
KOCTUCTBIX PbIO, BCIEACTBUE NOMOIHUTEIBHOTO pa-
YHIa TTOJIHOTEHOMHOM NYIUTMKALlUM, HAIIPOTUB, KO-
JIMYECTBO TEHOB cemelicTBa yBeauueHo (Yang et al.,
2010; Andersen et al., 2012; Song et al., 2013). ¥ mie-
KonuTaromux FoxP reHbl pacriojiaraloTcsi B Iapajio-
TUYHBIX XPOMOCOMAaX, YTO CBUIETEIBCTBYET 00 MX
MPOMCXOXIEHUM B pe3yJibTaTe KPYNHOMAaCIITaAOHBIX
nyrumkauuii (Dehal, Boore, 2005). Bnonne opra-
HUYHOM B TAaKOM KOHTEKCTE BBIIVISIAUT TMIIOTE3a O
JIBYX payHIax IOJHOreHOMHOM ayrmkauuu. Iom-
TBEPXKICHUEM 3TOM TUIIOTE3Bl CTAJO OIIMCAaHUE 4e-
ThIpeXx FoxP reHoB y muHor (Song et al., 2016). ITpu-
yeM, aHaJorM4yHasi KapTuHa ObLa omucaHa W JJis
JIPYTYX T€HOB, CBsI3aHHBIX ¢ Fox P Kak pacnoaoxKeHn-
€M B XpOMOCOMaXx, TakK, Cyas 0 Bcemy, U (DYHKITUO-
HaJIbHO — reHaMmu ceMmeiictB MIT, mGluR n PLXNA
(Song et al., 2016).

I'enbl ParaHox mnpenctaBiasioT Co0Oil KiacTep
JIPEBHUX PETYJISITOPHBIX TOMEOOOKCHBIX TEHOB, 3BOJIIO-
IIMOHHO POACTBEHHBIX ¢ Hox-reHamu (Zhang et al.,
2017). Knacrep ParaHox BKII0O4aeT TpU CeMeMcTBa
TPaHCKPUNLIMOHHBIX (haKTOpoB — Gisx (y 4eloBeKa —
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(a) Dkcnpeccust Noggin B y TMIUHKY €BpONENCKON peUHO MUHOTH
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Puc. 6. a, 6 — reH Noggin B peuHoit MuHoru Lampetra fluviatilis 3kcripeccupyeTcsl B 3a4aTKe MepeIHEro Mo3ra U MOXeT UHIY-
LIMPOBaTh (HOPMUPOBAHUE TOTIOJIHUTEIBHOTO KOMITJIEKCA OCEBBIX CTPYKTYP Y 3apObIIIEH IITOPLIEeBO JISATYIIKYU Xenopus laevis
(KOHCEepBaTU3M dKCIpeccur U GyHKIMOHAIBHBIX CBOMCTB). as — anterior intraencephalic sulcus; ch — optic chiasma; di — di-
encephalon; hb — habenula; hpt — hypothalamus; mes — mesencephalon; pg — pineal gland; tel — telencephalon. B — nipearmo-
Jlaraemasl cxeMma IOSIBJICHUSI TeHOB ceMelicTBa Noggin B 3BoIIOIINY TT03BOHOUHBIX (110 Ermakova et al., 2020).
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GSH), Pdx (cunonumsl Xlox, Ipfl), u Cdx, yaacTByIo-
VX B pa3BUTUX HEPBHOM M MUIIIEBAPUTEIbHON CH-
crem (Valerius et al., 1995). ¥V naHuerHuka omnucan
onuH ParaHox XnacTtep, BKIIIOYAIONIUIA BCe TP ITeHa.
V mo3BoHouYHBIX ParaHox reHbl paclipeiesieHbl 10
YyeTbIpeM U 0oJiee JJOKycaM, KaxKIablii M3 KOTOPBIX Ja-
JIEKO He BCeTJa COACPXKUT IMOJIHBIM HabOop 13 TeHOB.
K npumMepy, y yenoBeka kiactep B 13-oif xpoMocome
comepxut Bce Tpu reHa (GSXI, PDXI, CDX2), a
OCTaJIbHBIE TPH JIOKyCa — JIUIIB 10 OMHOMY I'e€HYy —
GSH?2B 4-oit xpomocome, CDX1 B 5-0if xpoMocoMe 1
CDX4 B X xpomocoMe. AHANM3 OyIJINKAIINK TeHOB,
okpyxarommux ParaHox XKinacTtepbl B UeTBIPEX XPOMO-
coMax 4YeJIoOBeKa, CBUIETEIbCTBYET O TOSBICHUU
3TUX KJIACTEePOB B pe3yabraTe ABYX payHmoB ITTJ]
(Polard, Holland, 2000). [Ias yTOYHEHMsI paHHUX
3TarnoB »Bomouuu ParaHox reHOB, BHUMaHUE HC-
clienoBaTesicii TpaIuIIMOHHO O0PaTUIOCh K KPYTJIO-
POTBIM, KaK 3BOJIIOLIMOHHO ApeBHEN rpyIime. AHaImn3
TEHOMHBIX ¥ TPAHCKPUITOMHBIX CHKBEHCOB IT0Ka3aJl
HaJInIme y MUHOT 119ty ParaHox reHOB, OpraHn30BaH-
HBIX B [Ba Kiactepa Gsxo-Pdxa-Cdxo. n GsxP3-Cdxp.
dutoreHeTUYECKUIT aHANN3, KaK 3TO YacTO CJIyJyaeT-
Cs MpU aHaJM3e T€HOB MUHOTI, OKa3ajCs He OYeHb
MH(MOPMATUBHBIM TSI TTOUCKA MIPSIMOiIT OPTOJIOTUHU C
reHaMU YeJIOCTHOPOTBIX, MOCKOJIbKY TeHbl MUHOT, B
Cuily OCOOEHHOCTEeM cocraBa (y:Xe HEOTHOKPATHO
YIIOMWHABIIUIICS paHee “MUHOXWI TUaNeKT”) yBe-
pPEHHEM KJIaCTepPU3YIOTCS IPYT C APYTOM, YEM C OPTO-
JIoraMu B apyTux rpymiiax. [TogoO6HEbI apdekT Heom-
HOKpaTHO HaOJIIoHajIcsa M IpU aHaJM3ax IPYTUX ce-
meiictB reHoB — Hox, KCNA, p53 (Qiu et al., 2011;
Mehta et al., 2013; Coffill et al., 2016). [TockoabKy y
MUWHOT OIMMCaHO 6 Ki1acTepoB Hox-TeHOB, BEPOSITHO,
IYTUIMKALIU, TPUBEIINE K UX MOSIBJICHUIO, HEe 3a-
TpoHyau ParaHox TeHbl, CBUACTEILCTBYS O JIOKAJb-
HOCTH 3TUX OYIUIMKALIN. AJIbTepHAaTUBHBIM CLICHA-
puem miist Para Hox reHOB siBIIsieTcs obiiast ¢ Hox’amu
IYIUIMKALWS C MOCJIenyIoleil yTpaToil TyTUIMIIPO-
BaBIIMXCS KJIACTEPOB M PEAYKIINEN MX KOJIUIECTBA
no nByx (Zhang et al., 2017). B mogmep:kKy Takoro
ClieHapHusl BBICTYIIAaeT OOHAPY:KEHHUE Y TUXOOKEeaH-
ckout MmuHoru (L. camtshchaticum) TOMOJIOTOB IeHOB,
cocencTBytomux ¢ ParaHox KnactepaMu y 4eiOCT-
HopoTbix. ['eHbl Pdgfra n Kit cBsizanbl ¢ ParaHox B-
kjactepoM, a Pdgfrb u Csflr — ¢ C-knactepom. U ec-
v reH Kit y MUHOT CBsI3aH ¢ b-knactepoM ParaHox
reHoB, To Csf1r pacronaoxKeH OTAEIbHO, B yIaCTKe T'e-
HoMa, He HecymeM ParaHox rennl. ]IBa reHa Pdgfr
MUHOT TakKxKe He cocencTBYIOT ¢ ParaHox xnactepa-
mu. I[TpucyrcTBUE B reHOME MMHOT YeThIpeX T'€HOB-
cocelieii MOXET CBUAETEJIbCTBOBATH O TOM, UTO B
npouuioM ParaHox KnacTepoB TakKe ObIIIO OOJIbIIIE,
HO YacTh U3 HUX ObLIa yTpaueHa (Zhang et al., 2017).
DTO IOIyIIeHNE TTO3BOJISIET COOTHECTU MMEIOIIUECS
Yy COBpeMEHHBIX MMUHOT IBa Kiactepa ParaHox reHOB
C TMIIOTE30i O ABYX payHIaX IOJIHOT€HOMHBIX Iy-
IUTMKAWH y TPEIKOB ITIO3BOHOYHBIX.
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AVINIMKALIWN Y Pblb — OT YACTHOTI'O
K OBIIEMY

Kpome onuncanHbIx Boiine I1I'J] Ha paHHUX 3Tamax
3BOJIIOIIMHA TTO3BOHOYHBIX, BHECIIMX BKJIaJ B GOpMU-
poBaHMe reHOMa BCeX MpeACTaBUTENIE 3TOrO MOATH -
rna, CBUIETebCTBA O0Jiee MO3MHUX AYTUIMKAIU Obl-
Jiu OOHAPYXKEHBI U B OTJIEJIbHBIX 9BOJIOIIMOHHBIX JIU -
HUSIX TO3BOHOYHBIX. OUEeBUAHO, UTO MCCIIeIOBaHNE
0CODEHHOCTe!l M 3HAUYEeHUs TaKMX OYTUTMKALUUNA 110
CPaBHUTEIBHO “TOPSTYNM cielaM’”’, MOXET JaTh YHU-
KaJIbHY10 MH(pOpMaIMI0 0 0a30BbIX MEXaHM3Max U
BKJIaJie TIOJJTHOT€HOMHBIX AYTUIMKAIUNA B 3BOJIIOLIM-
OHHYIO UCTOPUIO KUBBIX OPTaHU3MOB B 1IEJIOM.

Hawubonee onmmcaHHBIMU TaKUMU COOBITUSIMH Ha
CEeTOASIIHU NeHb SIBJISIOTCS AYTUIMKAIIUU Y OCETPO-
BBIX PBIO, MYIIMKAIIM Y TMPeaKa KOCTUCTBIX PHIO, a
TaKKe MOTIOJIHUTEbHBIE PayHIBI TYTITAKAIIAN Y OT-
JeJIbHBIX TMpeacTaBUTeNeil 3TOro Kjaacca — Jiococe-
BBIX U KapnoBbIX pei6 (Brunet et al., 2006; Glasauer,
Neuhauss, 2014; Du et al., 2020).

OceTpoBbie pbIObI, XpsllieBble TAHOU I, OTAEIN-
JIUCh OT OOIIEr0 3BOJTIOIIMOHHOTO CTBOJIA TO3BOHOY-
HbIX OKOJIO 345 MUIH JieT Ha3ajll, BCKOpe Tocje pac-
XOXIEHUs] JIMHUN JiydemnepbiX W JBOSIKOIbIIIALINX
pbi6. OCeTPOBBIX OTIIMYAET HU3KAs CKOPOCTb 3BOJIO-
LIMOHHBIX WM3MEHEHUWI, a paHHee pa3BUTHE MKPbI
BHellIHe OOJIbIlle TTOX0Xe Ha pa3BUTUE UKPbI aMpu-
Ouii, 4eM pbIO, YTO CBUAETEILCTBYET 00 MX apxauy-
HocTU. OCOOEHHOCTbIO KapUOTHUIIA OCETPOBLIX SIBJISI-
eTcsl HabJonaeMast y HUX TOJUIUIOUANMS, C YUCIOM
xpomocoM ot 120 mo 360—380 y pas3HBIX BUIOB
(Havelka et al., 2013). Takasi CKIIOHHOCTb K TTOJIUATLIO-
UIU3ALMU MOXET OOBSICHSThCS, XOTSI Obl OTYACTH,
TeM, 4TO aHaJIU3 reHOMa He BBISIBUI Y MIPEACTaBUTE-
Jieli oceTpoBbIX (CTEPJISIAU) BBIPAXKEHHBIX MOJOBBIX
XpPOMOCOM, HaJIuuMe KOTOPbIX, KaK yKa3bIBaJOCh pa-
Hee, MOXET CIY>KUTb OTPAHUUMUTENEM AYTUIMKAIIUOH-
HBIX n3MeHeHuit (Du et al., 2020). MccaenoBarenu
CKJIOHSIIOTCSI K TOMY, YTO MOJUIIJIOUINSI OCETPOB HO-
CUT aBTOIUIOMAHBINA XapakTtep. Ilpu 3TOM, HEoXu-
JIaHHBIM OKa3aJiCsl OUeHb BBICOKUI MPOLIEHT coXpa-
HEHMS TeHOB IocJie AYyTUIMKALMi — B CPeTHEM OKOJIO
70%, a st OTHENIBHBIX TPYIII TeHOB, TAKUX KaK TeHBI
LJIyTaMaTHBIX perenTopoB — 10 88.5%. BoceMpb Kia-
cTepoB Hox-TeHOB y CTepJIsii HACUMTHIBAIOT 88 TeHOB.
ITpu 3TOM OTMEYaeTCs, UTO, B OTJIMYUE OT KOCTUCTBIX
pbIO, yTpaTa TeHOB Y OCETPOB KaK MPaBUJIO MPOUCXO-
JIUT BCJIEICTBUM YTPaThl KPYITHBIX YYaCTKOB reHOMa —
IJieya XpoOMOCOMbI WM JaXe XPOMOCOMbI HETUKOM
0e3 3aMeTHBIX TIEPECTPOEK B TEHOME, BCJIEACTBUE YETro
XPOMOCOMBI OCETPOB B OCHOBHOM HMMEIOT JUCKPETHO
JUTUIOWIHBINA UM TETPAIUIOUAHBIN CTaTyC.

IlepBbie TMIOTE3bI O AONOJHUTEIBHON AYILIMKA-
IIUA Y KOCTUCTBIX PBIO OBLTA BBIIBUHYTHI IIST OOBSIC-
HEHUsI OOHAPYXKCHMS Y MPeACTaBUTEICi 3TOM IpyII-
IbI IBYX OPTOJIOTOB MHOI'MX F€HOB Ha3¢MHbIX IT03BO-
HOYHBIX, XOTSI MaCIITaObl 3TOM AYTUTMKAIIMY HEe OBLIN
oueBUIHBI M3HaYanbHO (Wittbrodt et al., 1998; Taylor
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et al., 2001). ¥ pwiObI Danio rerio, a BDOCIEACTBUN U Y
SBOJIIOIIMOHHO HamboJiee paHHUX TIpencTaBUTENeH
rpynn Elopomorpha v Osteoglossomorpha, 6111 onv-
cannl 7 kinactepoB Hox-reHoB (Amores et al., 1998;
Prince et al., 1998; Chambers et al., 2009; Guo et al.,
2009; Henkel et al., 2012). OTKpbITHE IBOMHOTO Ha-
6opa Hox-TeHOB y paHHUX MpPeICTaBUTENIC KOCTH-
CTBIX PBIO CTAJIO CBUAETEILCTBOM IYTUTUKAIIUM Y TIPS~
Ka TpyIIIbl, TIOATBEP>KACHHOTO BITOCEACTBUN PE3yib-
TaTaMH TTOJTHOTEHOMHOTO CEKBEHUPOBAaHHSI MHOTHX €€
npencrasureneii (Glasauer, Neuhauss, 2014).

JlormosHuTeNbHBIE AYIUIMKALIMY T€HOMOB IIPOMC-
XOIWIN MO3Xe U Y OTAEIbHBIX MPEACTaBUTEIEH KO-
CTUCTBIX pbIO. Ha ceromHsAIIHMI NeHb OTMCAHbBI Iy-
IUTUKALUY Y TIPEAKOB JIOCOCEBBIX U KapIOBHLIX PHIO
(Alexandrou et al., 2013; Zhang et al., 2013) u, He uc-
KJTIOYEHO, UYTO 3TO YKUCJIO OYIeT pacTu.

OQHO3HAYHO CYAUTh O BKJIajAe MOJTHOTEHOMHOI
IYTUIMKALIANA B Pa3BUTHE KOCTUCTBIX PBIO CIIOXKHO, HO
MOXHO OTMETUTh, YTO 3Ta TPyIINa, MPeACTaBUTEIN
KOTOpOM OCBOUWJIM caMble pa3HOOOpa3Hble MecTa
OOUTAaHUS W DKOJIOTMYECKHME HUIIM, Ha CETOIHSII-
HUIl JIeHb BKIJIIOYAeT B ceOsT MPUMEPHO TOJOBUHY
BCEX ONMCAHHBIX BUIOB MO3BOHOYHEIX (0K00 32000
n3 64000—68000) (Glasauer, Neuhauss, 2014; Ravi
et al., 2018). Takast craTucTKa, BKYyII€ C OOIIIUM pa3-
HOOOpa3ueM MO3BOHOYHBLIX II03BOJIIET OTMETUTH
KOPPEJSILNIO MPEIKOBBIX TEHOMHBIX OYIUIUKALIUKA C
MOCHEAYIOIINM MOP(OJIOTUYECKUM Pa3HOOOpa3neM
1 3BOJIIOLIMOHHBIMU yCIIEXaMU T'PYIINBI, XOTS MeXa-
HU3MBbI BIUSHUS IYTUIMKALIUI Ha 9TU TIPOLIECCHI ellle
TOJIbKO MpeacTouT udyuutsb (Ravi et al., 2018).

SAKJTFIOYEHUME

IMoapITOXMBast pacCCMOTPEHHEIE B 0630pe MOAEIN
U TIPUMEPHI, MOXKHO OTMETUTD, UTO, HECMOTPS Ha BCe
OrpaHUYEHMS U CJIOXKHOCTU OJJHO3HAYHOTO PEIIICHUS
BOIIpOCa O KOJUYECTBE U BPEMEHU PayHIOB IMOJHO-
FeHOMHBIX IYIUIMKALIMI HAa paHHMX 3Tarax 3BOJIIO-
LA TIO3BOHOYHBIX, U HEU3OEKHBIX IOIMYIIEHUSIX
MPUHUMAEMBIX B KaXIIOM U3 paCCMaTPUBAEMBIX Clie-
HapueB, “KiaccuyeckKasi” MOAEIb, peaIroaararolas
JBa payHaa IMMOJIHOI€HOMHBbIX [Lyl'[III/lKaLll/[ﬁ y O6LL[CFO
MpeaKa Beell TPYINbBI He TepsieT CBOeH aKTyalbHOCTH
U BBITJISIAUT YOeIUTEIbHO BO MHOTHX CIIydasiX.

becnipeuieneHTHBIE MPOPBIBBI TOCIEIHUX JIET B
TTOBBIIIIEHUH HOCTYITHOCTA METOIOB BBEICOKOITPOM3-
BOIMTEBHOTO CEKBEHMPOBAHMUS U 00pabOTKU OOJIb-
IUX 00BbEMOB MoJyyaeMoil MH¢hOpMalIMM, B coueTa-
HUU C BO3PACTAIONINM MHTEPECOM MCCIeoBaTeei K
HE BIIOJTHE TPaIWIIMOHHBIM, HO KpaifHe BaXKHBIM C
GUIOTEeHETUYECKOUN TOUKHU 3peHUsI MOJAEIbHBIM 00b-
eKTaM, MO3BOJISTIIOT YK€ B OIVKaMIIeil ITepCcreKTHBE
PacCUMTHIBATDH Ha CYIIIECTBEHHOE COKpaIlleHNEe Yrcia
“OeJIbIX MSATeH” B HallleM TIOHUMAaHUU (hyHIaMeHTab-
HBIX OCHOB 3BOJTIOIIMOHHOM UCTOPUY TTO3BOHOYHBIX.

OUNHAHCHUPOBAHUWE PABOTDI

HccnenoBaHue BBIMOJHEHO, U ITyOIMKALIUS TTOATOTOB-
JieHa Tipu (prHaHCcoBo# nomuepxxke POMU B pamkax Ha-
yuHoro npoekta Ne 20-14-50172.

IIpencraBieHHOE B CTaThe UCCIEIOBAHUE DKCIIPECCUM
reHoB Noggin MUHOT BBIIIOJIHEHO 3a cyeT rpaHta PODU
Ne 18-04-00015, dyHKIMOHANBHBIN aHanu3 reHoB Noggin
MMHOT BBITTOJIHEH 3a cueT rpaHTa PO®U No 18-29-07014
MK, dunoreHeTuYeCKUii aHAJIU3 U MOJIEJIb IBOJIIOLIMH Te-
HOB Noggin MUHOT (puc. 6B) BBITIOJTHEHBI 3a CYET I'paHTa
Ne 20-04-00675A.
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Vertebrates, often considered as the most sophisticatedly organized animals, have a number of unique mor-
phological features that ensured their evolutionary stability and success. According to the most common view,
the genetic basis of these innovations was the whole genome duplications that occurred in the early stages of
vertebrate evolution. One of the important results of such duplications was the emergence of additional copies
of regulatory genes. Having been removed from the constraining pressure of natural selection, these copies
were able to modify their structure and functions, which then resulted in various modifications of embryonic
development and structure of the definitive organisms. For example, due to such ancient genomic duplica-
tions about 35% of human genes are represented by at least two homologous copies. The idea suggesting ge-
nome duplications at the early stages of vertebrate evolution was first put forward in 1970s, however, questions
about their number, scale (whole-genome or local) and timing in the evolution are still actively discussed. In
recent years (2018—2020), due to the rapid development of methods for processing of big data of high-
throughput genome sequencing in different lineages of vertebrates and their closest relatives, cephalochor-
dates and tunicates, a number of comparative studies aimed at identifying groups of syntheny in genomes of
different evolutionary lines and reconstruction of ancestral vertebrates chromosomes were obtained. As a re-
sult, several models describing possible scenarios of genome duplications in early vertebrate evolution have
been proposed. At the same time, laboratory studies, focused on a detailed study of the expression and func-
tional properties of individual families of regulatory genes in different groups of vertebrates, are being actively
carried out. As a result, a lot of new information was collected about the molecular mechanisms of the em-
bryonic development in such hitherto poorly studied representatives of the evolutionarily ancient vertebrates
branches as cyclostomes, cartilaginous fish and sturgeons. In this review, we try to consider modern concepts
of the mechanisms and consequences of ancient genomic duplications with recent experimental data and cur-

rently proposed models of vertebrate genome evolution.

Keywords: genome duplications, vertebrates, alloploidy, autoploidy, subfunctionalization, neofunctionaliza-
tion, cyclostomes, lampreys, sturgeons, bony fishes, Hox, Noggin, Pax, ParaHox, WGD, FoxP, CRD
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