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OBIIAA XAPAKTEPUCTHUKA PABOTbBI

Jlyriukanud TeHOB WrparoT OYeHb BAXKHYIO pOJib B 3BosoImH. Kak mpaBuio,
KONUU AYIUTUIIUPOBAHHBIX WM aMIUTH(QHUIIMPOBAHHBIX TEHOB OKAa3bIBAIOTCS IO
MEHBIIINM JIaBJIeHHEM OTOOpAa, HAKATUTMBAIOT U3MEHEHHUsI ¢ 0oJiee BHICOKOI YacTOTOM H,
CO Bp€MEHEeM MOTYT MpUoOpeTaTh HOBbIE (PYHKIUH.

l'opMoH pocTa, TakKe HM3BECTHBIM KaK COMATOTPOIMH, SBJISETCS KIFOYCBBIM
OCIIKOM, OTBETCTBEHHBIM 3a pETYyJSAIHI0 COMAaTHYECKOr0 PpOCTa W y4acTBYET B
MHOTOYHCIIEHHBIX (PH3UOJIOTHUECKHUX IPOIIECCaX, BKIOYAss MOHHBIN OallaHC, JTUTTUIHBIN
n OenKOBBI OOMEH, pa3MHOKEHHE, IMMYHHBIH OTBET, a TAKXKE Pa3IMYHBIC ACIIEKTHI
noseneHus (Coker, Arman, 2009). OueBuaHO W3 (PYHKIMH, YTO TOCICIOBATEILHOCTD
reHa TOpPMOHa pocTa JOJKHa OBITh KOHCEpBAaTMBHOM. B OosblimHCTBE rpymnn
MO3BOHOYHBIX JKUBOTHBIX, TJI€ OSTOT T€H NPEACTaBIeH EJUHUYHONW KOMUEH, 3TO
neiicteutenbHo Tak (Wallis, 1996; Rajesh, Mudjumdar, 2007), X0oTS B HEKOTOPBIX
TaKCOHAX CKOPOCTU JUBEPTECHIIMU MOTYT OTIMYATHCS HA MOPSIOK BETUYHHBI.

I'em ropMoHa pocTa THUIMYHO TMPEACTABICH B I'€HOME MIICKOIUTAIOIIUX M IITHIL
OJTHOM KOTIHEH, B TO e BpeMs ecTh uckiarouenus (Yuri et al., 2008; Arai, ligi, 2010). /Isa
rena GH naiineno y BopoObunbix mruil (Yuri et al., 2008; Arai, ligi, 2010). ¥V Bbicuiux
NPUMATOB OH IPEJCTABJICH KIACTEPOM H3 TSTH TOMOJIOTMUHBIX T€HOB, KOTOpBIC, 3a
UCKITIOYEHUEM COOCTBEHHO T'€HAa TOPMOHA POCTA, IKCIPECCHPYIOTCS TOJIBKO B IUIAIICHTE
(Hirt et al,, 1987), HO y npyrux npuUMaTtoB TaKOro KiacTepa He OOHapyXeHo. Y
OOJIBIIMHCTBA WCCIICIOBAHHBIX BHUJIOB PHIO T'€H TOPMOHA POCTa TMPEICTABICH IBYMS
HECBSI3aHHBIMU (DYHKIIHOHAIbHBIMU MapamoruynbiMu renamu, GH1 u GH2 (Devlin,
1993). CtpykTypa reHOB y pbI0 TUIMYHA JJIs TTO3BOHOYHBIX U BKJIIOYaeT 6 3K30HOB U S5
UHTPOHOB, MPHU 3TOM MOKa3aHO, YTO y PIO T'€H rOpMOHa pocTa 06agaeT 6ojee BEHICOKUM
YPOBHEM HM3MEHYMBOCTH, YEM Y APYTUX MO3BOHOUHBIX, M IBOJIOIHOHUPYET C OOJbIIeH
ckopocthio (Ryynianen, Primmer, 2006), 4uro, BepOsSITHO, OOYCIIOBICHO HAIMYUEM IBYX
(YHKITMOHATIBHBIX KO TCHA.

JlococeBble PBIOBI IPEACTAaBISAIOT co0oif YHUKAJIBHYIO rpyniy,
c(OpMHUPOBABIIYIOCS  TOCJIE€ COOBITHS ABTOTETPAIUIOUM3AIMKA U TOCIEIYIOIeH
TUBEPTeHIINN, U, TaKUM O00pa3oM, SBISIOTCS €CTECTBEHHBIMH UM OTHOCHUTEIIBHO

HenaBaumu nosmrwionaamu (Allendorf, Thorgaard, 1984). Kak ciencTsue, MHOTHE TEHBI



B 3TOH TaKCOHOMHYECKOW T'PYIIIIC BUIOB OKa3aJMCh MHOKCCTBCHHBIMHU, B TOM YHCJIC U

reH TOPMOHa pOCTa.

Heabo Hacrosimieil paboTbl ObUIO CpaBHEHHE CTPYKTYpbl M JIUBEPreHLUH
nocIeI0BaTeIbHOCTEH ABYX reHoB ropmona pocta (GH1 u GH2) y Bua0B rosisioB poaa
Salvelinus. /Iist 3TOro ObLIM MOCTABJICHBI CIICIYIOIINE 3aAYM:

1. TlomyuuTh TOJIHBIE HYKJICOTH/IHBIE TOCIEIOBATEILHOCTH JBYX T€HOB TOPMOHA POCTA
U ONPEICIIUTh UX CTPYKTYPY Yy YETBIpEX a3uaTckux BuAoB roiwiioB (S. curilus, S.
malma, S. taranetzi, S. levanidovi).

2. Ilposectu CpPaBHUTEIbHBIH aHaIN3 MOJTY4YEHHBIX HYKJICOTHIHBIX
nocneaoBareabHoCcTe ABYyX reHoB GH y 4YeThIpE€X a3uMaTcKuxX BHJIOB TOJIBLIOB U
JIOCOCEBBIX B LIETIOM.

3. TlpomecTu GuIOreHETUYESCKUI U CPABHUTEBHBIN aHAITU3 TUBEPTCHIIMN HHTPOHHBIX U
AK30HHBIX TOCIIe0BaTeIbHOCTEH TeHOB GH j0c0oCceBBIX PHIO.

Crenennb pa3paboTanHocTH. V3BecTHO, 4TO MHOTHE T€HBI B T'€HOMAax JYKapHOT
SIBJISTFOTCSL TYTUTUITUPOBAHHBIMU WJIM MHOKECTBEHHBIMU. 3HAYUMOCTH JTyTUTUKAIIMI TE€HOB
JUISL DBOJIIOIIMY BUJIOB OYEBHIHA, OJTHAKO CaM MPOIECC MPUOOPETeHNUS HOBBIX (QYHKIUN Y
OYTUTMIIAPOBAaHHBIX Komui m3ydeH ciabo (Zhang, 2003; Magadum et al., 2013). T'enst
TOPMOHA POCTa BO MHOTHX TPYIIax TMO3BOHOYHBIX SBJISIOTCS TyIUTHITUPOBAHHBIMHU.
Haubonee wu3yueHHBIMU SBISIOTCA TE€HBI TOPMOHA pocTa Yy uYeloBeka. MeHee
U3YYECHHBIMU SIBJIAIOTCS JYIUTMUMPOBAHHBbIE T'€HbI TOPMOHAa pOCTa y pPBIO, XOTS
UCIIOJIb30BAHNE MX B TEHETHUECKON MH)KCHEPHUH OKa3aJioch oueHb ycnemHnsiM (Du et al.,
1992; Wu et al., 2003). [TonHble mocie10BaTEIPHOCTH I'eHa TOPMOHA POCTA M3BECTHHI Y
HEMHOTUX BHUJOB JaXK€ Y JOCOCEBBIX PBIO. IIpakTHdeckn HET MaHHBIX MO CPABHEHHIO
JTUBEPTeHIINN (H)YHKIIMOHAITHHO PA3TUYHBIX YYACTKOB T€HOB-TIAPAJIOTOB BHYTPH TAKCOHOB
U Oonbmas yacth myonukanmuii mo GH J10COCEBBIX TMOCBAIIEHA HCCIETOBAHUIO
uHTpoHHBIX yuacTkoB (Driscoll et al., 1998; Oakley, Phillips, 1999; Phillips et al., 2004).
Bo3moxHO, uTO CyOdyHKIIMOHANU3AMS TEHOB-TIAPAJIOTOB OMNPEEIISETCS HE TOJBKO
KOJHMPYIOIIUMHU TIOCJICI0BATEILHOCTSIMH, HO ¥ HEKOIUPYIOIIHUMH Y4aCTKaAMHU.

Hayunasi HoBu3HAa. BriepBbic TOJy4eHBI U IETATHLHO OXapaKTEPU30BaHBI TOJTHBIC
HYKJICOTHJIHBIE TIOCJIEOBATEILHOCTH JABYX TE€HOB TopmoHa pocta, GH1 u GH2, y

YeThIpEX a3MaTCKUX BHUAOB ToibloB: S. curilus, S. malma, S. taranetzi, S. levanidovi.



[Tomy4yeHHBIE TOCTEIOBATENHHOCTH 3aPETUCTPUPOBAHBI B MEXKITyHAPOIHOU 0a3e JaHHBIX
GenBank/NCBI. BriepBbie npoBeiéH CpaBHUTEIBHBIN aHAIU3 JUBEPTCHIIMA WHTPOHHBIX
Y 9K30HHBIX nocienoBatenbHocTel reHoB GH ronbiioB poaa Salvelinus. TTokaszano, 4to
CKOpPOCTh JMBEpPreHIMU BYX MapajJOrHYHbIX T'€HOB T'OPMOHA POCTa JIOCOCEBBIX pbIO
pa3nuyHa. DTO O0YCJIOBJICHO BIUSHHEM Pa3HOHAIPABIEHHOTO U OTJIMYAIOIIErocs IO
cuiie 0TOOpa Ha MYIUTUIIMPOBAHHBIE B MPOIECCE HBOIIOLUUHU reHbl. DUIOreHeTHYECKUil U
CpPaBHUTENbHBIA  aHATIW3bl  OK30HHBIX WM  WHTPOHHBIX  MOCIEAOBATEIBHOCTEH
CBUJIETEIILCTBYIOT O JaBHEW He3aBHCHMOi 3Bostoruu reHoB GH1 u GH2.

Teopernyeckasi 1 npakTHYeckasi 3Ha4eHue padorhl. [loaydyeHHbIe pe3yabTaThl
JONOJTHWIN CYIIECTBYIOIIME HAa CErOJHSIIHUN JE€Hb MPEACTaBICHHUsS O CTPYKTYpe IeHa
ropMoHa pocta pb10. Hacrosias pabota BHOCUT CYIIECTBEHHBIN BKJIaJ B UCCIEAOBAHUS
SBOJIIOIUY AYTUITMIIMPOBAHHBIX T€HOB TOPMOHA POCTa PHIO, a Takke (PUIOTESHHH TOJBIOB
U ceMeicTBa J1ococ€BbIX pbIO (Salmonidae) B nenoM. Pe3ynbrarsl paboThl MOTYT OBITH
UCIIOJIb30BaHBl Ul pa3paOOTKH MPaKTUUECKUX 3aJaHUi Ul CTYJCHTOB YHHMBEpPCHUTETa
npu aHanuze JuHHBIX (parmMenToB JJHK. IlomyueHHble pe3ynbTaThl UCTIOIB3YIOTCS B
HACTOsIIIee BpeMs Uil CO3aHUs MOTHOPa3MEPHOI reHeTHUYEeCKON KOHCTPYKIIMU TOPMOHA
pocTa C IebI0 MOJy4YeHHs] TPAHCTEHHBIX JTUHUM pBIO ¢ 60siee BHICOKON CKOPOCTBIO pocTa
B YCJIOBHSIX aKBaKyJIbTYPHI.

MeTo010J10THSI H METOABI TUCCEPTANMOHHOTO Hcc/ienoBanns. B qannoit padore
ObUIM TNPUMEHEHbl pPA3IMYHbIE MOJIEKYISIPHO-TEHETUYECKUE METO/Abl IOJyYeHUs U
ananmu3a ¢parmentoB JHK. [lnsa ammmudukammm gpparmentoB GH reHoB ucnons3oBanu
MeToabl noiaumepasHod uenHod peakuuu (IILP) m knonupoBanus. [ns paspenenus
npoaykros [IIIP u omnpenenenHuss pa3mMepoB MONYYEHHBIX (PParMEHTOB HCIOIb30BAIU
MeTon oanekTpodopesa B arapo3HoMm rene. Ilpm ompeneneHWHM  HYKICOTHIHOU
nocienosarenabHocTH ¢pparmentoB JJHK ucnonb3oBanu Metos GuryopecieHTHO-MEUEHbIX
tepmuHaTopoB (AANTP). ITonydeHHble naHHBIC 00pPaOOTaHBI ¢ MMOMOIIBIO COBPEMEHHBIX
CTaTUCTUYECKUX MPOrPAMM.

ITos10:xeHusl, BBIHOCHMBbIE HA 3aIUTY:

1. 'en ropmMoOHa pocTa MpEeACTaBleH y JOCOCEBBIX PBHIO ABYMs MapajOorHYHbIMU

r€HaMH, KOTOPBIE UMEIOT CXOJIHYIO CTPYKTYPY.



2. Temst GHI wm GH2 5ococéBbpIXx HaXOAATCS TOJ pPa3HBIM JaBJICHHEM
OUHIIAIOIIIETO 0TOOpA.

3. HanpaBneHHOCTH M cuja 0TOOpa B reHax-napagorax MOXXeT ObITh Pa3IMYHOM B
pa3HbIX (PUICTHYECKUX JTHHUSIX.

CreneHb  /J0CTOBEPHOCTH  pe3yJbTaTOB. J[OCTOBEpHOCTH  pE3yJIbTATOB
uccrnefoBaHusi Oblma obOecredeHa HCIOJIB30BAHUEM COBPEMEHHBIX MOJIEKYISPHO-
TeHEeTHUYECKUX MOAXO0/I0B M CTATUCTUYECKON 00paboTKoil MatepuanoB. O 10CTOBEPHOCTH
AKCMEPUMEHTANIBHBIX PE3YJIbTATOB TAKXKE CBUAECTEILCTBYET aHAJIM3 MHOTMX KJIOHOB MPU
KJIOHHPOBAHUH (PparMEHTOB M BOCIIPOU3BOAUMOCTD MOJYYEHHBIX MTOCJIEI0BATEIBHOCTEH.

Anpobanusi pabdorsl. Pesynbrarel pabotrsl Obuiu mpeacTtaBieHbl Ha X u Xl
PErHOHANBHBIX KOHPEPEHIHUAX CTYAECHTOB, aCHIUPAHTOB BY30B M HAYYHBIX OpraHU3alui
Hanbaero Bocroka Poccun «AkryanbHble IpoOJeMbl 3KOJIOTMU, MOPCKOM OMOJOrUU U
ouorexnonorun» (BmamuBoctok, 2011 wu 2012 rr.), wa VIl MexnyHapoaaom
cumnosuyme mo romubliam (FOxuo-Caxamunck, 2012) u wHa |l MexayHapomHou
koHpepeHmu «CoBpeMeHHbIe TPoOIeMbl Onoorudeckoi sBomonun» (Mocksa, 2014).

Iy6nukamun. Ilo Teme muccepranu omyOoIMKOBaHO 7 paboT, B TOM 4HUCIE TpU
CTaThU B )KypHaJIaX U3 CIMCKa, pekoMeH1oBaHHOro BAK.

Crpykrypa u 00béM quccepranuu.  Juccepraums  m3noxkeHa  Ha 140
CTpPaHMIIAX U COCTOUT M3 BBEACHMs, 0030pa JIHUTEpaTypbl, MaTEpUalOB U METOJIOB,
pE3yNbTaTOB, OOCYXKIACHUS, 3aKIIOYEHUS], BBIBOJOB, CIIUCKA JIUTEPATYpPhl U MPUIIOKEHUS .
Pabora comepxxkur 32 Tabmuubsl u 20 pucynkoB. CIHMCOK JIUTEpaTypbl cOCTOMT u3 174
HAaMMCHOBAHUM, M3 HUX 167 Ha aHTIIMHACKOM SI3BIKE.

JInunblil BKJIax aBTOpa. DKCIEPUMEHTAJIbHAs 4acTh paboThl OblIa BHIIOJHEHA
coHcKaresneM caMocToATeNbHO. COUCKATeNb HEMOCPEICTBEHHO y4acTBOBAJ B aHAINU3E U
UHTEPIIPETAllMM TOJIYYCHHBIX pPE3yJIbTaTOB, B TMPEICTAaBICHUU pE3yJIbTaTOB Ha
KOH(EPEHIUAX U TOJrOTOBKE IMyOIUKAIIHIA 110 pe3yabTaTaM UCCIIeI0BaHUH.

Bbaaromapuoctu. Bripaxkaro orpomMHyo OJarogapHoCTh CBOEMY HaydYHOMY
pykoBoguTento 1.0.H. Bi.A. BpbIkoBYy 3a pyKOBOJCTBO, IMOMOILb U IIEHHbIE COBETHI Ha
Bcex oaramax ucciuenoaHus; 1.0.H. D.5. KocreukoMmy 3a moanepxKy U BHUMaHHE B

nepuoJ acnupanTypbl. OTaenbHY0 0J1arogapHOCTh Bhipaxato K.0.H. B.B. IlanbkoBoit u



k.0.H. JJ.M. ATOnkuHy 3a NOMOIIb B OCBOEHHMH METOJIOB MOJIEKYJISPHOU OMOJIOTMH U
Pa3HOCTOPOHHEE COJICUCTBUE U MOJJIEPIKKY, OKa3aHHbBIE B XOJI€ MPOBEIEHUS PAOOTHI.

PaGora BbImonHeHa npu yactuyHOM (hrHaHcoBol noaaepxkke PH® (rpant Ne 14-
50-00034), IBO PAH (rpant Ne 09-1-122-01) u IIpaButensctBa P® (rpant No
11.G34.31.0010).

OCHOBHOE COAEPXAHUE PABOTbBI
MarepuaJjibl 1 MeTObI

OOBeKTaMH UCCIICIOBAHUS TOCTYXWIH 4 BHJA TOJBIOB CEBEPO-3aIlaIHOM YacTH
Tuxoro Okeana: ceBepHas mainbma — Salvelinus malma, roxxuaas manema — S. curilus, syn.
S. malma krascheninnikovi, roner; Tapanma — S. taranetzi, ronen JleBanmmoBa — S.
levanidovi. B pabote ucmonp3oBanack ojHa 0CO0b Kax1oro Buaa. J{as cpaBHUTEIBLHOTO
U (uoreHeTudeckoro aHanmsza u3 0a3bl gaHHBIX GenBank/NCBI ObLau B3sTHI MOJIHBIC
nocienosareabnoctn JIHK renos GH Oncorhynchus nerka, Oncorhynchus tshawytscha,
Salmo salar, Coregonus lavaretus, mocnemoBatensnocty MPHK GH Salmo trutta,
Oncorhynchus mykiss, Esox lucius, a Taxxe nocienoBarenbHocTH HHTPOHOB C 1 D reHoB
GH1 1 GH2 22 Bu0B 10C0OCEBBIX PHIO.

Ammnudukanuro mocieaoBarenbHocTet renoB GHI u GH2 mpoBoawnu ¢
UCIIOJIb30BAHUEM TISTH Mmap crnenuduyeckux mpaiimepoB (puc. 1). IIpomykTsl
ammumdukauu paznensum B 1.2% arapo3HoMm reje, BBIpE3aId W JIaliee MCIOIb30BaIH

I KIIOHUPOBAHHWA U CCKBCHUPOBAHMA.

GHI-1 GHI1R1 GH1F3 GHI1R3 GHtfl GHtrl
5 Ex1 Ex2 Ex3 Ex4 EX5 Ex6 3
—i— . L] I, -
A B C D E
> &
GH1F2 GH1R2 GH1F4 GH1-2

Puc. 1. Crparerus ammumdukanuu u cekBeHupoBanuss reHoB GH1 u GH2 BumoB pona

Salvelinus.



[Toctpoenne  (QWIOTEHETHYECKUX  JIEPEBBEB HA  OCHOBE  HYKIICOTHIHBIX
MOCIICJIOBATEIILHOCTEH  BBITIONIHSUIA  METOJOM OOBEAWMHEHMsI  OJIMKaWIIero coceia
(Neighbor-Joining, NJ), makcumansHoro mpasmonogobus (maximum likelihood, ML) B
nporpamme PAUP 4b10 (Swofford, 2002), u baiiecoBckum Metomom (Bayesian
Inference, Bl) B mporpamme MrBayesV.3.1.2 (Huelsenbeck, Ronquist, 2001; Ronquist,
Huelsenbeck, 2003). [Toctpoenue (GumoreHeTH4ecKuX JEPEeBbEB M0 AMHUHOKHCIOTHBIM
MOCJIeIOBAaTeILHOCTAM BhIMONHATN MeTtogamu NJ m ML B mporpamme MEGA 5.0
(Tamura et al. 2011). YcTOWYMBOCTH TOJYYEHHBIX (PUIOTEHETHYECKUX JCPEBHEB
OLlEHMBAIM MeToAoM Oyrtcrpem-ananu3a (bootstrap analysis; Felsenstein, 1985)
ucnoas3ys 1000 periuk.

KosnuecTBO CHHOHMMHMYHBIX 3aMEH Ha CHHOHHUMHYHBIN caiT (dS) u KoIu4ecTBO
HECMHOHUMHMYHBIX 3aMeH Ha HeCHHOHUMUYHBIN calT (AN) ObutH orieHeHbI MeTo10M Hes-
INomxo6opu (Nei-Gojobori, 1986) B mporpamme MEGA 5.0 (Tamura et al., 2011).
Omnpenenenne Buaa 0TOOpa MPOU3BEICHO C MOMOIIBI0 MU PEepeHIInd HECHHOHUMHYHOMN
u cuHoHumuuHOM auctanimii (Dd = dN — dS). BeposSsTHOCTh OTKJIIOHEHHS OT HYJIEBOMH
runotesbl onpenensuim Z-tectoM B nporpamme MEGA 5.0 (Tamura et al., 2011). [ns
ompesieNieHUs] CAUTOB, HAXOAAIIUXCS TIOJ] IEWCTBUEM OTOOpa MCIOIB30BalU TPU METOJIA
(SLAC - single-likelihood ancestor counting, FEL — fixed effects likelihood, REL —
random effects likelihood), Bxomsmme B maker mporpamm HyPhy, mocrymaoro nHa

cepsepe Datamonkey (www.datamonkey.org, Kosakovsky Pond, Frost, 2005).

PE3YJIBTATHI U OBCYXJIEHUE
CTpykrypa reHon

Crpykrypa renoB GH1 um GH2 y Bcex wuccienoBaHHBIX BHUIOB COBIAJAET M
BKIIOYaeT B ce0s 6 sk30HOB (1-6) m 5 wmuTpoHOB (A, B, C, D, E) (puc. 2).
[TocnenoBatensHocT TeHa GHI1 ms 4eThIpEX BUIOB TOJBIIOB cocTaBwim: S. curilus
(3666 m.u.), S. malma (3673 n.u.), S. taranetzi (3675 n.u.), S. levanidovi (3672 n.H.). s
rera GH2: S. curilus (3305 m.u.), S. malma (3305 n.u.), S. taranetzi (3300 m.H.), S.
levanidovi (3299 m.H.). Pa3mep mocienoBaTeNbHOCTH KakaouW komuu rena GH

HE3HAYUTEJbHO OTJIMYAETCS Yy Pa3HbIX BUJOB TOJBIOB, HO BapbupyeT Mexay GHI u


http://www.datamonkey.org/

GH2. Pazamma B mmHe Mexnay kommsmMu GH Bo3HHMKaeT 3a CY4E€T pa3sHOW JTMHBI
WHTPOHOB.

Pasmep kaxgoro sx3oHa AByx reHoB GH uIeHTHYEH y BCEX HCCIETOBAaHHBIX
BHJIOB TOJIBIIOB U cocTaBisieT 74 m.H., 140 m.H., 117 m.H., 156 m.H., 147 n.H. 1 63 m.H.
cooTBeTcTBeHHO. llepBhiii 7k30H reHoB GH BKItouaeT HeTpaHCIUpyeMyrO0 00JacTh,
KOAMPYIOMIYI0 JHACPHYIO TOCIEI0BATEIHbHOCTh OT TOYKH Hadaja TPAHCKPUIIUH JI0
ctaptoBoro kogoHa ATG wu Tpanciupyemyro obnacte anuHoW 10 m.H., KOTOpas
BKJIIOYAET MEPBbIE TPU KOJOHA U MEPBBIA HYKICOTHJ YETBEPTOTO KOJOHA CUTHAIBHOIO
NenTHIa, OTIIEIUISIEMOro MOCe TPAHCISIUU NpU CO3peBaHNU (YHKIIMOHAIBHOTO Oeska
(puc. 2). Bropoit 3K30H BKJIIOYAET MOCJEIHUE JIBa HYKIEOTHAAa YETBEPTOrO KOAOHA U
OCTaJIbHBIC HYKJICOTHJBI i1 18 aMWHOKHUCIOT CHUTHAJIBHOTO TICNTHAA, a TaKKe
aMUHOKHCITOT 3perioro 6enka ¢ 1 mo 28. Ox3ownst I, IV, V, VI kogupytor 2967, 68-119,

120-168, 169188 aMHHOKHUCIOTEI COOTBETCTBEHHO.

TOYKa Hadajia CTOII-
TPaAHCKPUITIHUN KOJOH

Exl Ex2 Ex3 Ex4 Ex5 Ex6¢
5 —L-—- 1 I o= 3

AACATA A B C D E

/ HETpaHCIHpyeMast

001acThb

&
<« »

CTapK:I_KG(’)I[OH
Ex1 v Ex2

JIepHas
IOCJIEA0OBATEb- +
-HOCTh

\ J
Y

CUTHAIbHBIN NENTHT,

Puc. 2. CxematnuHoe n300pa>keHre CTPYKTYPbl T€Ha TOPMOHA POCTA.

Komupyromass ob6mactp teHoB GH1 um GH2 (630 1m.H.) COOTBETCTBYET
AMHHOKHUCJIOTHOM TIOCJIEIOBATEIBHOCTH TMpEeAIIeCTBeHHUKa JIuHOM 210 ocTaTtkos,
BKITtouaromux 188 aMuHOKHCIOT 3penoro Oenka ¥ 22 aMUHOKHUCIOTHI CHUTHAIBLHOTO
nentuaa. OtTkpbiTas pamka cuuTbiBaHus TreHoB GHI1 rombuos, Haumnaercs ATG
KOJIOHOM M 3aKaH4yMBaeTcsi cTomn-kogoHoM TAG. OTKpeITas paMKa CUUTBIBAHHUS T€HOB

GH2 Taxxe nHaumHaercs ATG xoI0HOM, HO 3aKaH4YMBAaeTCs cTOI-KoJoHOM [AA. Takas
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CTPYKTypa TEHOB COIJIacyeTCs C JaHHBIMHA JPYTUX aBTOPOB IS JPYTHX BHUJIOB
JOCOCEBBIX PbIO.

B 3penoii nocnemoBarenbHoct GHI wm GH2 ronbioB HaliieHo 4YeTbipe
(YHKIIMOHATIBHO BaXKHBIX OCTaTKa IMCTEHMHA, MOJIOXKEHUE KOTOPHIX COBMAAAET B 00OHMX
GH y Bcex uerbipéx BumoB (49, 161, 178, 186). UnenTnuHOE MONIOKEHUE ITUCTCHHOB
xapakrepro st GH npyrux npencraButeneit cemericta Salmonidae (Rentier-Delrue et
al., 1989).

CpaBHuTenbHbIi aHanu3 reHoB GH deThipéx BUaOB TosblioB poga Salvelinus
MoKa3aj BHICOKMH YpOBEHb CXOJICTBA KOAMPYIOMIMX NocieaoBarenbHocTeil. B rene GH1
TOJBIOB  BBISBJIEHO JBE HYKJICOTHUJHBIE 3aMEHbI, KOTOpble HE H3MEHSIOT
aMUHOKHUCIIOTHYI0 TmocnenoBatensHocte GHI. B komupyromedt wactu rema GH2
oOHapyxkeHO 9 HYKJICOTHIHBIX 3aMeH. JIBe 3aMeHbl TPHUBOMAT K HW3MEHEHUIO
aAMHHOKHUCIIOTHON TocienoBaTeabHocTh (Tadu. 1). Takum obpaszom, ren GH2 ronbios
6onee mamenuuB, yeM ren GHL1. IIpu cpaBHeHMU mocnenoBaTenbHocTel TeHOB GHI1 1
GH2 ronprnoB BeIsBICHO 34 HYKICOTHIHBIC 3ameHbI. IlociaenoBaTenbHOCTH 3pEoro
Oenmka OTIMYAIOTCS 8 aMUHOKHCIOTHBIMH 3aMEHaMH, CUTHAJIBHBIA TENTHI — OJHOMN
aMHUHOKHUCIIOTOM (Tabu. 1).

Aunanus AMHUHOKHUCJIOTHBIX [MOCJIEI0BATEIHLHOCTEN GH TOJIBIIOB c
MOCJIeIOBATEALHOCTAMU JApYyTruX BHAOB JococéBeix peid (O. nerka, O. mykiss, O.
tshawytscha, S. salar u S. trutta) mokasan, uyro GHI1 Oomee w3menunB (18
AMUHOKHUCIIOTHBIX 3aMmeH), yeM GH2 (15 amuHOKHMCIOTHBIX 3ameH). KomuuecTBo
HYKJICOTHUHBIX 3aMeH, HaoOopot, Oosibiie B rene GH2 (48 3amen), yuem B GH1 (36
3ameH). OIHAaKO TpU CpaBHEHWM TocienoBatenbHOcTell GH oTaenbHO 11 BHIIOB
kaxaoro poma (Salvelinus, Oncorhynchus, Salmo), moka3aHo, 4Tro y BHIOB poja
Oncorhynchus, taxke kak u y BuaoB poaa Salvelinus, mocnemoBarensrocts GH1 Gomee
KoHcepBaTuBHA, ueM GH2. [locnenoBarensHoctn GH, BKIIIOYash CUTHAIBHBIA MENTHI, Y
O. nerka, O. mykiss, O. tshawytscha coaepsxat 5 u 10 aMuHOKHCIOTHBIX 3aMeH it GH1
u GH2 coorBerctBenno. Y BugoB poma Salmo (S. salar, S. trutta), naoGopor,
nocienoBatenbHocTh GH2 Gonee xoncepBatuBHa, yeM GH1 (9 m 4 aMUHOKHCIOTHBIX

3amen it GH1 u GH2 cootBeTcTBeHHO) (Tabd. 1).



Tabmuua 1

AmMuHOKHCTOTHBIC 3aMeHbI B GH 110COCEBBIX pBIO

CurHajabHbBIN

MENTH

3penbiii 6emoK

ITonoxenue
3aMEHBI

13

18

12

20

29

30

34

46

50

58

61

73 | 76 | 90

96

100

119

123

125

134

135

149

152

181

GH1

S. curilus

\Y

S. malma

S. taranetzi

S. levanidovi

S. salar

S. trutta

O. nerka

O. tshawytscha

O. mykiss

A4 E4E4ES

nn unwm

[ I N
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GH2

S. curilus

S. malma

AR

S. taranetzi

S. levanidovi

S. salar

ninnnn

> > > > >

S. trutta

O. nerka

wn

O. tshawytscha

O. mykiss
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JImBepreHuusi KOAUPYIOIIUX MocjeaoBaTebHOcTeli reHoB GH

Cpennsiss BeMMYMHA PA3IUYMA MEXKIY KOJUPYIOIIMMHU TOCIEI0BATEILHOCTIMU
napajoroB y JIOCOCEBBIX PbIO cocTaBwia 4,8% HYKICOTHUIAHBIX 3aMEH, BHYTPU BHUIOB
pona Salvelinus 4,4%. Ilpu aHanw3e pa3IMYHBIMH METOJAMH OBLTH TIOJYYCHBI CXOJIHBIC
TOTIOJIOTUN (PUIIOTEHETUYEeCKUX JepeBbeB. Ha puc. 3 mpuBeAcHO (GUIOTCHETHYECKOE
JIEpEBO, TOCTPOCHHOE Ha OCHOBE HYKJICOTHIHBIX MOCICIOBATEIILHOCTEH SK30HOB C
ucrnonb3oBanueM bariecoBckoro merona. [locimenoBarenpHoct resoB GH1 u GH2 ¢
BBICOKOU TOJICPKKON OOBEAMHSIIOTCS B OTJICIBHBIE KIIACTEPHI, YTO JOKA3hIBACT JABHIOIO
HE3aBHCHMYIO MX DBOJIIOIMIO U HAIWYHE JIByX T€HOB TOPMOHA POCTA yXKE y MPETKOBBIX
¢dopm mococeBbix pri0. Tomomormu ABYX KiaJ B IIEJIOM COTJIACYIOTCS JIPYT C JIPYTOM,
XOTSI TI0 HEKOTOPHIM BETBSIM OOHAPYXKHUBAIOTCA pazinuuus. [locienoBaTeIbHOCTH T€HOB
BuoB pomoB Salvelinus u Oncorhynchus dopMupyroT OTAENBHBIC CYOKIACTEPHI, B TO
BpeMsl KaK IIOCIICJAOBAaTSIIBHOCTH TEHOB BHUAOB poaa Salmo He oOpa3yrT Takoro
cyoknactepa. B cnyuae ¢pumorennn no reny GH1, S. salar nerictButensHo popmupyet
0a3anpHBIA KJIacTEp MO OTHOUICHHWIO K TOJIbIIaM M THXOOKEAHCKUM JIOCOCAM. B TO xe
Bpems S. trutta ¢ BBICOKOH MOAIepKKOM KiaacTepusyercs ¢ Bugamu poaa Oncorhynchus,
HO He ¢ OJIM3KOpOACTBeHHBIM BuaoM S. salar. B cinywae ¢uiorennun mo reny GH2, S.
trutta Tarxoke 0OBEIMHSIETCS C TUXOOKCAHCKUMU JIOCOCsIMH, a S. salar kimacrepusyercs ¢
romeiiamu ~ poxa  Salvelinus  (puc.  3). JlaHHBIE 1O  aAMHHOKHCIOTHBIM
MOCJICIOBATEILHOCTSAM IOJITBEPIKIAAIOT HEONPEICICHHOCTh B IMOJIOKEHUU pojaa Salmo
OTHOCHUTEJIHHO JIBYX JIPYTUX TAKCOHOB (pHC. 4).

Haubosiee BEposTHO, YTO 3TO SBJICHHUE MOXET OBITH OOYCJIOBICHO OTOOPOM.
[IpucyrcTBue orbopa OBLIO MPOAHAIM3HPOBAHO IYTEM TMPOBEPKU HYJICBOW THIIOTE3BI
(Ho: dN = dS) mporuB Tpéx anmpTepHaTHBHBIX runore3 (H1): 1) Tect Ha Hanuure oTdOpa
(dN # dS), 2) nonoxurensubiii 0T00p (AN > dS), 3) orpumarenshsiii otoop (AN < dS),
ucnonb3ys Z-rect. Onpeaenenne Buaa ordopa Mpou3BeaACHO C MOMOIIBI0 U PepeHInu
HECMHOHUMHWYHOM U CHHOHMMHYHOM quctaniuii (Dd = dN — dS).

Hns renoB GH1 u GH2 nonyuensl oTpuuarenbHble 3Hau€HUS AUPPEpEeHIUU
muctannuii (AN — dS) (tabi. 2), 4To MO3BOISET MPEANOI0KUTh OUHINAIOIINUKA 0TOOp. Jlis
oTpeeNieHUs] CTATUCTHYECKON TOCTOBEPHOCTH ATOTO MPEIMOIIOKEHHS ObUT MpoBeAEH Z-

tecT. B Tecte Ha Hanmmuune otbopa (AN # dS) u tecte Ha oummarormmit or6op (AN < dS)
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MOJIy4€Hbl 3HaueHus BeposiTHocTU (P) mensbiue 0,05 (tabin. 2). CiaenoBaTenbHO, HylIeBas
rurore3a (AN = dS) oTKIIOHSETCS B MMOJIb3Y AIBTEPHATUBHOM TUIOTE3bI OTPHUIIATEIIEHOTO
otbopa. Takum oOpazom, sBomorsi GHI u GH2 mpoucxomauna mon Bo3aeHcTBHEM
OYHIIAIOIIEr0 0TOOpA.

Tabmnwnra 2
Cpennue 3Ha4YeHHWsS CHHOHUMHYHBIX W HECMHOHMMHUYHBIX IUCTAHIMH, TuU(depeHunit
JMCTAHIMH, BEPOSTHOCTEH OTKIOHEHHS HYJCBOW THIIOTE3bl B TOJIB3Y abTEPHATUBHBIX

(p) mo pesynsTatam Z-tecta 11 reHoB GH1 u GH2 nococéBbix.

GH1 GH2

dN 0,0158 + 0,0036 0,0095 + 0,0027
ds 0,0434 + 0,0105 0,0900 + 0,0161
Dd (dN — dS) -0,0276 + 0,0109 -0,0804 + 0,0161
p (dN #dS) 0,0201 0,0000027

p (dN > dS) 1,0000 1,0000

p (dN < dS) 0,0073 0,0000016

[Ipumeuanne. 3nauenus p < 0,05 cuntaroTCsi 3HAYUMBIMHU.

Cpenusis BenuunHa ©, onieHeHHass metonoM SLAC, coctaBuna 0,255 mist GHI u
0,149 nns GH2. Hu onun u3 ucnons3oBanHbix MeToaoB (SLAC, FEL, REL) ne BoisiBUR
CalTOB, HAXOISAIIUXCS TIOJ TOJOXHUTETbHBIM oTOOpoM. B reme GHI1 kommdectBo
KOJIOHOB, HAXOAIIMXCA MO/ ACHUCTBUEM OTPUIIATENILHOTO 0TOOpa, cocTaBmwiio 4 u 12 ans
SLAC u FEL cootBerctBenHo. Metong REL Bce xomoHBI pacro3Han kak HaXOsIIUECs
noj ouumaronM oroopoM. Yersipe caiita (16-Phe, 18-Ser, 95-His, 121-Asn)
uaeHTuunupoBanusie SLAC, Takxke BbIABICHBI MeToIoM FEL. 3T0 roBoput 0 TOM, 4TO
9THU CalThI HAXOATCS O] OUHUIIIAIOIIUM OTOOPOM C 0YCHB OOJIBIIION BEPOSTHOCTHIO.

B reme GH2 xoamyecTBO KOJOHOB, HaXOIAIIMXCS IOJ JCHCTBUEM
ouutaromiero orbopa, cocrapmwio 1, 17 u 30 gns SLAC, FEL u REL cooTBeTcTBeHHO.
Onun caitr (179-Glu), o6Hapyxennsiit MetogoM SLAC, Takke BBISBICH ABYMS IPYTUMHU
metogamu. Ilpu cpaBHenuun pesynbpratoB HyPhy ananusa asyx resoB GH oGHapyskeHO,
gyto veThipe kKomoHa (16-Phe, 95-His, 170-Gly, 178-Tyr), naxonsmuecs noj IeiHCTBHEM

oTpHLaTenbHOro otoopa B rene GH1, Taxke BoIsiBiIeHbI B reHe GH2.




0,98 [ S. curilus gh2
S. malma gh2

S. taranetzi gh2
0,95 .
S. levanidovi gh2

0.98 S. salar gh2
0,08 S. trutta gh2
1,00 — O. mykiss gh2
O. nerka gh2
0,80
O. tshawytscha gh2
S. curilus ghl
1,00 S. levanidovi ghl
S. taranetzi ghl
0,98 S. malma ghl
0,90 S. trutta ghl
1,00 | - O. mykiss ghl

g). nerka ghl

0,8
O. tshawytscha ghl

— S. salar ghl

S. malma gh2
S. levanidovi gh2
S. curilus gh2
% S. taranetzi gh2
5139 L S. salar gh2
O. nerka gh2

O. tshawytscha gh2
90 S. trutta gh2

O. mykiss gh2
— S.salar ghl
S. curilus ghl

64

48

99

S. malma ghl
S. taranetzi ghl
S. levanidovi ghl

97 — O.nerkaghl
F O. tshawytscha ghl
Bﬂ S. truttz?l ghl

O. mykiss ghl

0,1

Puc. 3. ®unoreHeTnueckoe 1epeBO, PEKOHCTPYHPOBAHHOE

o ga”HHeIM 3K30HOB reHoB GHI1 u GH2 ¢ momompro

0aliecOBCKOro MOJIETMPOBAHUSL.

E. lucius gh

E. lucius gh

0,01

Puc. 4. ®unorenerndeckoe AepeBO, PEKOHCTPYUPOBAHHOE
Ha OCHOBE aMHHOKHCJIOTHBIX mociiemoBaTenbHocteit GH1 u

GH2 meTonoM MakCHMaJIbHOTO TIPaB OO 00MSI.

14"
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JInBepreHumsi HEKOAMPYIOIIUX MocJae0BaTeIbHOCTel renos GH

CpenHsisi BeIWUYMHA Pa3IHYUid MEXKIYy WHTPOHAMH MapaJlOTUYHBIX T'E€HOB
oKazayiach B 2 pasa OoJblle, 4eM MEXIy SK30HaMU U COCTaBwmiia B cpeaHeM 9,6%
HYKJICOTHIHBIX 3aMEH JIJIsl BCeX BHJIOB, a BHYTpH BHIoB pona Salvelinus — 9,0%.
OUIOreHETUYECKOE JEPEBO, IOCTPOEHHOE C HCIOJb30BAaHUEM baileCOBCKOro
METOJIa, TPUBEICHO Ha PHUC. 5. AHAJIOTMYHO TOMY, YTO HAOJIOIACTCS 10 SK30HAM
(puc. 3), maHHBIE TOATBEPXKIAIOT JAaBHIOKO HE3aBUCHMYIO DJBOJIOIHI0 TEHOB
ropMoHa pocta. VHTPOHBI KaXJOr0 M3 TEHOB OOBCIUHSIIOTCS B OTICIIBHBIC
KJIacTephl, U C BBICOKOW MOAJMCPKKOW OTIMYAIOTCS IPYyr OoT japyra. M3 maHHBIX
TaKXe BUIHO, YTO MHTPOHBI BUIOB pona Salvelinus u Oncorhynchus dbopmupyror
OTJCIIbHBIC CYOKITacTephl BHYTPH KJIACTEPOB I'EHOB-TIApajIOroB.

JIJis BBIACHEHWsST BO3MOXKHBIX 3aKOHOMEpHOCTEW s3Bomroruu reHos GH B
OONBIIMHCTBE (PHIIOTEHETHYECKUX JIMHUAX ceMmelictBa Salmonidae Obumm
UCIIOJIb30BaHbI MOCEN0BATENILHOCTH HHTPOHOB C 1 D, KOoTOpbIe NOCTYIHBI B Oa3e
JTAHHBIX GenBank/NCBI TUTS MHOTUX BHUJIOB JIOCOCEBEBIX pHIO.
[TocnenoBarenpbHOCTH HHTPOHOB C M D 00BeAMHSIIM TIPH aHATHM3E KaXKIOTO TeHa.
Ha puc. 6 npuBeneHO (uiIOreHeTHYECKOS APEBO HMHTPOHOB, IOJIYYCHHOE C
ucnoib3oBanreM Bl-meroma mocrpoenus aepeBbeB. Takke Kak W B MPEABLIYIIIX
Cllydasix, WHTPOHHBIE y4acTKu (OPMHUPYIOT JBa HE3aBUCHUMBIX KIIACTepa,
COOTBETCTBYIOIIUX JABYM TeHaM-TlapaioraMm. OT4eTinBo (OPMHUPYIOTCS B Ciydae
HHTPOHOB OOOMX T'EHOB CyOKiacTephl, oObemuusiomue Buabl Oncorhynchus,
Salvelinus, Salmo. B To ke Bpemsi, 0O4eBHIHO, YTO TOJOXKCHHE HEKOTOPBHIX BUIOB
0 pa3HbIM TI'eHaM B (UIOTCHETHYECKOW CXeMe OTindYaeTcs. B yacTHOCTH,
HanboJiee CyIEeCTBEHHBIC Pa3IMIHsI KACAIOTCs MOJIOKEHHUS CaXaIMHCKOTO TaliMEHsI
Parahucho perryi u romema S. alpinus. B caywsae rema GHI1, S. alpinus
obbenunsiercs ¢ S. namaycush, a rena GH2 — ¢ nByms Bugamu MajibMbl. P. perryi
oobenuusercs ¢ H. hucho B cmygae rema GHI, a B ciaywae rema GH2

KJIAaCTEepU3yeTCs C rojablamu (puc. 6).
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0,99 S. malma ghl

1,00 | = s. levanidovi ghl
1,00

S. curilus ghl

1,00 S. taranetzi ghl

1,00 O. nerka ghl

1,00

O. tshawytscha ghl

S.salar ghl
1,00 [ S- curilus gh2
1,00 S. malma gh2

1,00 :
— S. taranetzi gh2

0,91 L
m S. levanidovi gh2

1,00 — S.salar gh2

1,00 [ ©O.nerkagh?

O. tshawytscha gh2

C. lavaretus gh

Puc. 5. ®unorenernyeckoe AepeBO, PEKOHCTPYUPOBAHHOE I10 TaHHBIM UHTPOHOB TeHOB GHI1 n

GH2 c nomoripio 6aliecoBCKOro MOASIMPOBAHHMS.
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0,89 [ S.malma ghl
1.00 S.curilus ghl
S.levanidovi ghl
1,00 S.taranetzi ghl
95S.alpinus ghl
1,00 — S.namaycush ghl
S.leucomaenis ghl
— S.fontinalis ghl

O.keta ghl
1,00 1,00[ 12005 4 orbuscha ght
0,73 O.nerka ghl

1,00 ﬂ|:0.kisutch ghl
100 0O.masou ghl
1,00 : O.tshawytscha ghl
&C O.mykiss ghl
O.clarki ghl
1,00 A.ohridana ghl
1,00 1,00 S.trutta ghl
1,00 S.salar ghl
14,00,— P.perryighl
H.hucho ghl
H.taimen ghl
0,80 S.alpinus gh2
1,00 F S.malma gh2
— — S.curilus gh2
1,00 0,98 S.taranetzi gh2
0,94 | — S.levanidovi gh2
1,00 — S.namaycush gh2
0,99 S.Ieucf‘omgenls gh2
1 ——— S.fontinalis gh2
P.perryigh2
O.nerka gh2
O.gorbuscha gh2
0,58 O.keta gh2
1,00 0.88 0.9g O-tshawytscha gh2
’ 0O.masou gh2
1,00 o O.mykiss gh2
1100 5 clarki gh2
100 O.kisutch gh2
’ A.orhidana gh2
1,00 ﬂutta gh2
— S.salar gh2
| &|:H.taimen gh2
H.hucho gh2
B.lenok ghl
0.1

Puc. 6. ®unorenernueckoe AepeBO, PEKOHCTPYHPOBaHHOE MO AaHHBIM MHTpoHOB C u D aByx

reHoB GH yococeBbIx ppIO ¢ mOMOIIBIO 6aiieCOBCKOTO MOJIETMPOBAHUSI.
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OBCYXJIEHMUE

[TokazaHo, uro Bce ueThipe Buaa poaa Salvelinus conmepxar nBa rema GH, kak u
Apyrue uccienoBaHHble BUABI cemelictBa Salmonidae. Ctpykrypa renoB GH rombios
CXofHa co CTpykTypoi reHoB GH apyrux BHIOB JIOCOCEBBIX PBIO. DTOTrO CIIEOBAIIO
OXWJaTh, MCXOJS W3 BaXHOW (YHKIMOHAIBHOW pOJM TOpPMOHAa pocTa B
(YHKITMOHUPOBAHUU OpPraHu3MoB peI0. [TonydeHHbIe B paboTe JaHHBIC JAlOT OCHOBAHHUE
CUHMTaTh, YTO 00a TCHA, IMO-BUAMNMOMY, (QYHKIIMOHAIBHBL. B TMOJIb3y 3TOr0 TOBOPST
cnenyromue ¢aktel: 1. O06a mapanora KOHCEPBATUBHBI B KJaae TOJIBLIOB; 2.
[TocienoBaTeNbHOCTH AK30HOB TApajiorOB Y BCEX BHUOB COJIEPIKAT OTKPHITYIO PaMKy
cuuThiBaHus oOmiedt jumHOoM 630 m.H.; 3. IlpenckazaHHass aMHHOKHUCIIOTHAs
MOCIIE/IOBATEIILHOCTh BBICOKO KOHCEPBATHBHA, BKIIOYAsl TIOJOXKEHUS ITMCTEHHOBBIX
ocratkoB; 4. IlocmemoBatenmbHOCTH 000MX reHOB GH cXOomHBI C TeMH, KOTOpBIC
BeisiBICHBI y S. salar m O. tshawytscha, y koropeix o6a rena ¢ynkimoHaabHbl (VON
Schalburg et al., 2008); 5. I[TocnemoBaTeIBHOCTH 00OMX T€HOB HAXOASATCS MO BIUSHUEM
OUHIIAIOIIEro 0Toopa.

[Tony4yeHHble AaHHBIE MO OOBEAMHEHUIO KOAMPYIOIIMX IMOCJIEI0BATEIHHOCTEH
resoB GH1 u GH2 B oTaenbHbIe KJIacTephl JOKAa3bIBAIOT JIaBHIOI HE3aBHCHUMYIO HX
SBOJIIOIMIO M HAJIMYHUE JIBYX TEHOB TOPMOHA POCTA YK€ Y MPEIKOBBIX (POPM JTIOCOCEBBIX
pe10. B nemom ¢wmtorennst pogoB Oncorhynchus u Salvelinus, momydennass Ha ocHOBe
MOCIIeZIOBaTeNIbHOCTEW 00omx reHoB GH, pgocTtaTodHo XOpomIo corjacyercs ¢
¢unoreHueit 3TUX TAaKCOHOB, OCHOBAaHHBIX Ha APYTHX IMOAXO0JaX W NpHu3HaKax. B To ke
BpeMs TIOJIOKEHHE BHAOB poaa Salmo Ha ¢uiorpamme ¢ BBICOKOH MOIJICPIKKON He
BCETJIa KOHIPYIHTHO C MMEIOIIUMUCS CXeMaMH JUBEPTCHIIMY BUIOB B ATOH Tpymie (puc.
3). Haubonee BeposATHBIM ClI€IyeT MoJIaraTh, 4TO 3TO SBICHHE MOKET OBITh 00YCIOBJICHO
orb6opoM. [Ipu 3Tom 0TOOp, MO-BUAMMOMY, OBUT pa3HOHaMpaBiieH. [10CKOIBKY TECThI HE
BBISIBIISIIOT KaKUX-THOO CANTOB, HAXOSAIIUXCS IO/ BIMSHAEM ITOJIOKHUTEIBHOTO 0TOOpA,
HEO0OXOIUMO TPEATIONOKUTE, YTO 3TO OOYCJIOBICHO Pa3HBIM JIAaBJICHUEM OYHIIAIOIICTO
oTOOpa Ha reHbI-apajIory.

Bonee yOeauTenbHBIMU U TOKA3aTeIbHBIMU JaHHBIMU SBIsItOTCS pasmuuus GH1 u
GH2 mo ckopocT aMUHOKHCIOTHBIX 3aMeH. CKOpOCTh aMUHOKHCIIOTHBIX 3aMEH IS

BCCX BHUAOB, HCXOAsA W3 MAKCHUMAJIBHOTO BPCEMCHHU HaYyaJIbHOM JAUBCPTCHIINN
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napasornyssx resos (100 mum. set), cocrasmia 0,182 x 107 mms GHI1 u 0,109 x 107°
mis GH2 wa caiit B roa. Eciam paccyuThIBaTh OTACITBHO I KaKJIOTO TaKCOHA, TO
BbIIBISIIOTCS paznuuud. B GHI y roneioB BooOIiie He OOHApYKEHO aMUHOKHCIOTHBIX
3ameH, B GH2 xoTs u 00Hapy>KHBAIOTCS aMUHOKHUCIIOTHBIE 3aMEHBI, HO CKOPOCTh HU3Kasl
— 0,0238 x 10° ma caiir B rogq. B GH2 y nococeii poga Oncorhynchus ckopocts
HaAKOILJICHHUSI aMUHOKHUCIOTHBIX 3ameH (0,158 x 10'9) BhIIIE B 2 pa3a MO CPaBHEHHUIO C
GH1 (0,079 x 10'9). B T0 ke BpeMs y mpejcraBuTeiei poma Salmo oOHapyxuBaeTcs
obpaTHast KapTHHA: CKOPOCTh HAKOTUIEHUS] aMHHOKUCIOTHBIX 3ameH B GH1 (0,214 x 10'9)
npesbimaeT ckopocts B GH2 (0,095 x 10'9) Oonee yeM B 2 paza. O4eBUIHO, YTO B OJHOM
TaKCOHE OYMINAIIMUNA oTOOp Oojee MHTEHCHBHBIA IO OJHOMY TeHy-Tlapajory, a B
OCTAJILHBIX TAKCOHAX — IO JApyromy. Takum o0pa3oMm, HaIllU JAHHBIE JAIOT OCHOBAHUS
oJiaraTh, YTO CKOPOCTh ABOJIIONUH MapaloTHUHBIX TeHOB GH y 10COCeBBIX pBIO MOXKET
CWJIBHO OTJIMYAThCS KaK BHYTPH OJHOTO TAaKCOHA, TAK M MEXKTy TAKCOHAMHU.

DTO Takxke cleAyeT MpH CPaBHEHHMM HM3MEHYHBOCTU B TIOCJIEIOBATEIHHOCTSIX
9K30HOB W UWHTpoHOB TeHoB GH. W3BecTHO, UYTO WHTPOHHBIE YYACTKH T'EHOB
JTUBEPTUPYIOT C OONBIIECH CKOPOCTBIO IO CPAaBHEHHIO C OK30HHBIMH, IOCKOIBKY
HAXOMSTCS TIOJT MEHBIIUM JaBJICHHEM OTOOpa. B Hamem ciydae cpemHsisi BeTUYMHA
pasnuuuit Mexay sk3oHamu reHa GHI y Bcex BumoB romnbioB cocraBmia 0,16%
HYKJICOTUIHBIX 3aME€H, a MEXy MHTPOHAMH ATOro ke reHa 0,49%, u pa3nuuus 3HaUYUMBbl
(p < 0,05). B rene GH2 cpennee pasznuume mo sk30oHaMm coctaBwio 0,74%, a mo
unTponam — 1,32% (p <0,01).

W3 mosry4eHHBIX JTaHHBIX CIEAYeT, 4TO, KaK U B CIydae ¢ DK30HAMH, B MHTPOHAX
reHoB GH2 TONBIIOB CKOPOCTh HAKOIUICHUS HYKJICOTHUIHBIX 3aMEH BBIINIE, 4YeM B
uaTpoHax reHoB GH1. DTo MoxeT o03HayaTh, YTO MHTPOHBI MAPATIOTOB, MO-BUHIUMOMY,
TOKE HaXOJSATCA IO Pa3HOM CTEMEeHbIO OUHuIIaroniero oroopa. OMHaKoO MPH CpaBHEHUU
TeHeTHUYECKUX JUCTAHIINM, pACCUMTAHHBIX Ha OCHOBE TIOCIIEI0BATENLHOCTEN HHTPOHOB C
u D ns OoNBIIMHCTBA BHJIOB JIOCOCEBBIX PHIO (MCKIIOYMB BHBI poja Salvelinus), 6onee
KOHCEPBAaTUBHBIMH OKa3aJUCh MocyieaoBaTeabHOCTH MHTPpOHOB TeHa GH2, a ne GHI, kak
B ciydae C rojbiaMu. CpeaHsis renerudeckas auctanuus no uarponam GHI cocraBuiia

6,77%, a mo GH2 — 5,14%, u pa3nuuus Bbicoko 3HauuMbl (p << 0,01). Takum oGpa3zom,
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MOJKHO TIOJaraTh, 4TO y OOJBIIMHCTBA BHIOB JIOCOCEBHIX PBIO MHTpPOHBI TeHa GH2
HaXOAATCS T0JT OOJBIINM BIUSTHHEM OTOOpA.

Hamnune otbopa mo HYKICOTHIHBIM IMOCIEAOBATEIBHOCTSAM TPEANONIaraeT, 4To
MHTPOHHBIE TIOCJIEAOBATEIBHOCTH HECYT (PYHKIMOHAJIbHYIO Harpy3ky. To, dTO
MHTPOHHBIE YYAaCTKU B F€éHaX FOPMOHA POCTa MOT'YT HECTH (PYHKLIMOHAJIBHYIO Harpy3Ky H
HAXOJUTCS TOJ AecTBUEM oTOOpa, cienyetr u3 Hanmndus B uHTpoHax C u D reno GH
JIOCOCEBBIX PETryNIATOPHBIX 31eMeHTOB (puc. 7). B yerBéprom mHTpoHE (D) J10COCEBBIX
pei0 obOnapyxken CRE-amement (Von Schalburg et al., 2008), orBercTBeHHBII 3a
cBs3bIBaHKe ¢ HAM®-3aBuCcHMBIM TpaHCKpHUMIIHOHHBIM (akTopom (CREB) (Montminy,
1990). B tpetbem wuntpoHe (C) OOHApyKEHBI KOHCEHCYCHBIC ITOCIIE€I0BATEIHHOCTH
CaliTOB CBS3BIBaHMS THIOPHU3-CHICHH(PHIHOTO TpaHCKpUIIuoHHOTO (akropa Pit-1,
Bxomsime B coctaB AByX AT-Oorareix oOmacteit (Bernardini et al., 1999), a Taxxke

sctporeH-uyBcTBUTENbHBIN A5eMeHT (ERE) (Driscoll et al., 1998, Phillips et al., 2004)
(puc. 7).

GH1: GGGCAAGCAGACC GH1: ACTGCAGT
GH2: ... T......

€H2: ........................ Tj
" % —

5 Ex1 Ex2 Ex3 ERE Ex4 CRE EXx5 Ex6 3
—L-—-—-—I—I—I—- i i -
A B Ppitl Pit-1 D E

aacata obmactb 1 oGmacTh 2

/GHI: TGATTCCAAAATAAATAACAGGG! 'GH2: TTCTCCAGCCATGTATCATGTAAATGATATGGCATCTCAAGCTGTACAATACAACTCAAC
GH2: TGATTCCAAAATAAATAATAGGG  GHIL: ..o ATCATGTAAAT......AGGGCATCTCAAGCTGTACAATACAACT........

Puc. 7. Cxema pacronokeHus peryJsiTOpHbIX 3J1eMeHTOB B mHTpoHax renoB GH Salmonidae.
ITocnenoBarenbHOCTH 3eMeHTOB ykaszanbl st S. levanidovi. Caiiter cBs3eiBanust Pit-1

MOAYEPKHYTHI.

JIOTIOTHUTENbHBIMU  ()aKTOpaMH, CIIOCOOHBIMH  OKa3blBaTh  BIUSHHE  HA
KOHCEpBATUBHOCT W pa3lWyusi B CKOPOCTHM  JUBEPreHLUUHM  MHTPOHHBIX
MOCJIEZIOBATENILHOCTEN B MapajJOrUYHBIX F€HaX, ABIAIOTCS d()PEKThl XUUXaHKUHTa W/ MU
apdext Xwmmaa-Pobeprcona (Fay, Wu, 2000; Comeron, Kreitman, 2002).

HpCHCTaBHHGTCH, qTo OTpHIIElTGJ'H;HLIfI OT60p II0 3K30HaM HE€ TOJBKO OrpaHU4YMUBaAcCT
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BO3MOKHOCTb M3MEHEHHMH J1a)Ke€ MO0 CMHOHMMHYHBIM MOJOKEHHUSIM B CaMHUX IK30HAX, HO
oT0op HHTEpdEepUpyeT Ha MPUIICKAIINEC HEKOAUPYIOIIKEe HHTPOHHBIE yuacTku (Comeron,
Kreitman, 2002). B Hamiem ciny4yae mpu CpaBHEHHH JIUBEPICHIIMH B T€HAX-apajorax
BUIHO, YTO BBICOKAas KOHCEPBATHUBHOCTH JK30HHBIX y4acTkoB B GHI1 ompenemsier u
OO0JIBIIIYI0O KOHCEPBATUBHOCTh MHTPOHHBIX YYacCTKOB B ATOM reHe. CHIKEHUE IaBJICHHUS
orOopa MO 3K30HHBIM ToOcieaoBaTenbHOCTIM GH2 cHibkaer nmaBieHue orbopa U IO

UHTPOHAM.

3AKIIOYEHHUE

[IpoBeneHHbIE  UCCIENOBAHUS  MO3BOJWIM  BBISICHUTH ~ 3aKOHOMEPHOCTHU
OpraHu3alliid M SBOJIOIUU TapajJOTHYHBIX T'€HOB TOPMOHA POCTa Yy JIOCOCEBBIX PBIO.
CpaBHHUTENBHBINA aHATU3 CTPYKTYPHI MapaIOTHYHBIX TE€HOB TOPMOHA POCTa Y BCEX BHJIOB
JOCOCEBBIX PbIO, BKIIIOYAsl T'OJIBIOB, MOKA3aJl BBICOKOE CXOACTBO M KOHCEPBATUBHOCTb.
DOK30HHBIE [OCJIEJOBATEIbHOCTH T'€HOB OKAa3ajuCh BeCbMa KOHCEPBATUBHBIMU U
HAXOMSTCS TOJ] BIUSHUEM OUYHMIIAIONIET0 0TOOpa. ITU (aKThl JAIOT OCHOBAHUE CUUTATh,
90 o00a reHa-mapaiora (QyHKIHMOHAIBHBI ¥, BO3MOXKHO, XapaKTEePU3YIOTCS
TKaHeCTIeHU()UIHON IKCTIPECCHEH.

OUIOTCHETUYECKU AHAIU3 D3K30HHBIX M HMHTPOHHBIX IOCJIEI0BATEIBHOCTEN
1oKa3aj, 4YTO CKOPOCTh JAUBEPreHIIMHN MapaJOrMYHbIX T€HOB TOPMOHA POCTa PA3IUYAETCs
B pa3HbIX (WIETUYECKUX JIMHUAX Y JIOCOCEBBIX PbIO M 3TO OMNpENeNseTcsl pa3HbIM
JaBJICHUEM OTPULIATETILHOTO 0TOOpA.

CpaBHUTENBHBI aHAHW3 TocieaoBarenbHOocTeld TeHoB GH mokaszam, u9to
MHTPOHHBIE YYACTKU AUBEPTUPYIOT C O0JIEE€ BBICOKOM CKOPOCTHIO, IPUMEPHO B 2 pasza, 1o
CpaBHEHHIO C OJK30HaMU. B TO ke BpeMs, OYEBHUIHO, YTO U HHTPOHHBIC
MOCJIEZIOBATENILHOCTH HAXOASTCS MOJ BIMUSHHUEM OTPHULATENBHOTO OTOOpa. DTO MOXKET
onpeAensaTbcs Kak dpQexTom xuuxailkuara u Xwuia-PoGeprcoHa, Tak U Tem, 4TO B

UHTPOHAX 0OHAPYKUBAIOTCS OTEHIIMATILHBIE PETYIISITOPHBIC TTOCIIEI0OBATEIHHOCTH.
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BbIBO/JbI

1. I'er ropmona pocrta roibioB poxa Salvelinus, kak y apyrux BHAOB JOCOCEBBIX
pBIO, MpeICTaBICH IBYMS HECBA3aHHBIMU NapanornuyHbiMu renamu, GH1 u GH2.

2. Crpykrypa renoB GHI um GH2 ronpunoB cxoaHa W BKIHOYAaeT 6 3K30HOB U 5
WHTPOHOB. Pa3mep KaxkIoro 3k30Ha ABYX T'€HOB HJICHTHYEH Y BCEX BHUIOB TOJIBIOB.
JInHa reHOB BapbUpPYET 3a CUET JUIMHBI UHTPOHOB.

3. OUIOreHETUYECKU I aHAITU3 K30HHBIX U UHTPOHHBIX MOCJIEA0BATEIBHOCTEN I'€HOB
GHI u GH2 cBugerensCTBYeT O JAaBHEW JyIUIMKAIMM TE€HAa TOPMOHA pocTa U
napaUIETHIHOCTH JBYX T'€HOB B ceMeiicTBe Salmonidae.

4, Bricokasi romoJorusi MOCIENOBaTENIbHOCTEH HSK30HOB M TecT Ha OTOOp
MOJITBEPKIAIOT apdekt OTPHULIATEIIBHOTO orbopa 1o KOJUPYIOIINM
nocyenoBarenbHOCTIM reHoB GH y Bcex Bu10B Tosb10B. [locne1oBaTenbHOCTH 9K30HOB
reHa GH2 ronp1i0B HaKaruMBaeT HYKICOTHUIHBIC 3aMEIeHUs ¢ O0JIbIIEH CKOPOCTHIO, YEM
sk30HbI TeHa GH1 u, cienoBarenbHO, HAXOAATCS TIOJI MEHBIIIUM BIMSTHUEM OTOOpA.

5. OTkpbITas paMKa CUYUTBIBAHUS, BBICOKAs KOHCEPBATUBHOCTbH IMPEICKA3aHHOU
AMHMHOKHUCJIOTHOM  IOCJENOBATEIIBHOCTH, HMACHTUYHOE IIOJOKEHHE LHUCTEMHOBBIX
OCTAaTKOB M HAJIMYUE OYHMIIAIONIETO OTOOpa JAal0T OCHOBAaHHWE CUWTATh, YTO 00a TeHa-
napasiora (pyHKIHOHAIbHBI.

6. HNuTpOoHHBIE MOCIIEI0BATEILHOCTH B T€HAX TOPMOHA POCTa TAKXKE HAXOIATCS O]
JeMCTBUEM OTPHUIIATEILHOTO OTOOpa, BCIEICTBHE HAJIWYMS B HHUX MOTEHLIUAIbHBIX
PETYIATOPHBIX JJIEMEHTOB, a TaKXKe, BEpPOATHO, A(P(EKTOB XuuxalkuHra u Xwuia-
PobGeprcona.

7. HekoHrpy>HTHOCT TOMOJOrMi (UIOTEHETUYECKUX OTHOLIEHWH M  pa3Hasd
CKOpPOCTh JUBEPIEHIUHA KaK 3K30HOB, TAK M MHTPOHHBIX MOCIIEAOBATEILHOCTEW T€HOB-
MapajoroB CBUJETEIBCTBYIOT O BIUSHUU HA HUX OTPULATEIBHOIO M OTIWYAIOIIEr0Cs 10

CHIJIC 0T60pa B Pa3HbIX (i)I/IJIeTI/I‘-IeCKI/IX JIMHUAX.
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Mapuna BinagumuposHa [lanpkoBa

CTpyKTypa ¥ 3BOJIOLNSA T€HOB TOPMOHA POCTa JI0COCEBBIX phIO (Salmonidae)
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