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BBEAEHUE

AKTYaJLHOCTh NPOOJeMbl. J[yIIMKalMu T€HOB UTPAIOT OYCHb BAKHYIO
poib B 9Bomouud. Kak mnpaBwio, KONUM — AYIUIMIIUPOBAHHBIX  WIIU
aMIUTM(UIIMPOBAHHBIX TEHOB OKAa3bIBAIOTCS TOJ MEHBIIMM JaBlIEHHEM OTOOpa,
HAKaIJIMBalOT U3MEHEHHs C 0oJiee BBICOKOW YacTOTOM U, CO BPEMEHEM MOTYT
npuoOpeTaTh HOBbIE (PYHKIIHH.

I'opmon pocra (GH), Takke H3BeCTHBIH KaK COMATOTPOIIHH, SIBJISCTCS
KJIIOUEBBIM OEJIKOM, OTBETCTBEHHBIM 3a PETYJSLUI0 COMAaTHYECKOTO pocTa U
y4acTBYEeT B MHOTOYMCICHHBIX (PU3UOJOTHYECKUX MpOIeccax, BKIOYasi MOHHBIN
OasiaHc, TUMUAHBIA U OETKOBBIN 0OMEH, pa3MHOKEHHUE, UMMYHHBIN OTBET, a TAKKe
pasnuuHbie acniekThl moBenenus (Coker, Arman, 2009). OueBuaHO W3 (QYHKIHUH,
YTO TOCIIEAOBATEIHHOCTh T€HA TOPMOHA POCTa JOJKHA OBITh KOHCEpBAaTHUBHOW. B
OOJBIIMHCTBE TPYII TO3BOHOYHBIX KUBOTHBIX, TJ€ OSTOT TE€H IMpPeACTaBJICH
CAMHMYHON Komwmei, 3To meiicrButenbHo Tak (Wallis, 1996; Rajesh, Mudjumdar,
2007), XOTs1 B HEKOTOPBIX TAKCOHAX CKOPOCTU IMBEPre€HIIMU MOTYT OTJIMYATHCS Ha
MOPSIIOK BEIMYUHBI.

['en ropMoHa pocTa TUMUYHO MPEJACTABICH B T'€HOME MIICKOMUTAIONINX U
NITUI] OJTHOM KOTMHUEH, B TO e BpeMs ecTh uckitoueHus. JIBa rena GH naiineno y
BopoOsuHbIX mruil (Yuri et al., 2008; Aral, ligi, 2010). YV BbICIIMX NMPUMATOB OH
NpEJCTaBICH KJIacTEpOM M3 TSITH TOMOJOTHYHBIX TE€HOB, KOTOpHIE, 3a
UCKJIIOYEHHEM COOCTBEHHO I'€Ha T'OPMOHA pPOCTa, HKCIPECCUPYIOTCS TOJBKO B
wranente (Hirt et al., 1987), HO y Apyrux mpuMaTOB TAaKOro KjacTepa IOKa He
oOHapy>keHO. Y OOJIBIIMHCTBA MCCJIEIOBAHHBIX BUJOB PHIO I'€H TOpPMOHA pPOCTa
MPE/ICTABIICH IBYMSI HECBA3AaHHBIMH ()YHKIIMOHATHLHBIMH NAPAIOTMUYHBIMU T€HAMH,
GH1 u GH2 (Devlin, 1993). CtpykTypa T€HOB y PbIO THIIMYHA JJIs1 [IO3BOHOYHBIX
U BKJIIOYAeT 6 5K30HOB U 5 UHTPOHOB, MPU 3TOM MOKa3aHO, YTO Y PbIO I'eH TOpMOHa
pocta obOnamaer OoJjiee BBICOKUM YPOBHEM HM3MEHUMBOCTH, YE€M Y APYrUX

TIO3BOHOYHBIX, ¥ IBOJIOIMOHUPYET ¢ Oouiblnel ckopocThio (Ryyndnen, Primmer,
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2006), 4TO, BEpOSATHO, OOYCIOBJICHO HAJUYMEM JABYX (PYHKIIMOHAIBHBIX KOIIHIA

reHa.

JlococeBble  PBIOBI  MPEACTABISIOT  COOOM  YHUKaNbHYIO  TpyIHIy,
c(hOpMHPOBABIIIYIOCA TOCIE COOBITUS aBTOTETPAIUVIOMIU3AINU M TIOCIETYIONIeH
JTUBEPIrCHIINK, M, TaKUM 00pa3oM, SIBIISIOTCS €CTECTBEHHBIMH W OTHOCHTEIIBHO
neaapaumu nosumtonaamu (Allendorf, Thorgaard, 1984). Kak cieacrsue, MHOTHE
TeHBI B ATOW TAaKCOHOMHYECKOHW TPYyMIEe BHJIOB OKAa3aJUCh MHOXXCCTBCHHBIMH, B
TOM YHCJIC ¥ TeH TOPMOHA POCTa.

Heabio HacTosie paboThl ObLIO CpaBHEHUE CTPYKTYpPHl U JUBEPIECHIIMU
nocieoBaTeIbHOCTEH ABYX TeHOB ropmoHa pocta (GH1 u GH2) y Bu0oB roisios
pona Salvelinus. JInst 3Toro 6bLIM MOCTABJICHBI CACIYIONIUE 3aJa4M:

1. Tlomyuuth MOJIHBIE HYKJIEOTUIHBIE MOCIEIOBATEIIBHOCTH JIBYX T€HOB TOPMOHA
poCTa M OINPEACTUTh UX CTPYKTYPY y YETHIPEX a3MaTCKUX BHJOB TOJIBLIOB (S.
curilus, S. malma, S. taranetzi u S. levanidovi).

2. Ilposectn CpaBHUTEIIBHBIN aHam3 MTOTYYCHHBIX HYKJICOTHTHBIX
noclieaoBaTenbHOCTEN ABYX reHoB GH y 4eThIpéx a3uarckux BUJIOB TOJIBIIOB U
JIOCOCEBBIX B IIEJIOM.

3. IlpoBectn (pUIOTEHETHYECKUT U CPAaBHUTEIbHBIA aHAIW3 JUBEPTEHINH
WHTPOHHBIX U SK30HHBIX MOcenoBaTenbHocTel reHoB GH ococeBbIX phIo.
Crenenb pa3padoraHHoCcTH. V3BECTHO, YTO MHOTME TE€HbI B TE€HOMAax

DYKApHOT SIBJISIOTCS AYIUIUIIMPOBAHHBIMUA WJIM MHOYKECTBEHHBIMH. 3HAYUMOCTh

MYTUTAKAIIUA TE€HOB Il DBOJIIOIMM BUJOB OYEBHJIHA, OJHAKO CaM TIPOIECC

PUOOPETEHUS HOBBIX (GYHKIWA Y IYIUTMIIUPOBAHHBIX KOMHK H3ydeH Cci1abo

(Zhang, 2003; Magadum et al., 2013). I'erbpl TOpMOHA POCTa BO MHOTHX TPYyIIIax

MO3BOHOYHBIX SIBJISIOTCSA MyIUIMIUPOBAaHHBIMU. Hanbosee n3ydeHHbBIMU SIBIISIOTCS

reHbl TOPMOHAa pOCTa Yy 4UeJOoBeKa. MeHee HW3YYEHHBIMH  SIBIISIFOTCS

OyTUTAIIUPOBAHHBIE TEHBl TOPMOHA POCTAa y PbHIO, XOTS HCIONB30BaHWE WX B

IeHETUYCCKOM MH)KEHEPHH OKa3ajaoch o4eHb ycremHbsiM (Du et al., 1992; Wu et

al., 2003). IlonHble MOCIENOBATENBHOCTH T'E€HA TOPMOHA POCTA HW3BECTHBI Y

HCMHOI'MX BHIOB J[IaXC Y JIOCOCEBBIX pBI6. HpaKTI/I‘—IeCKI/I HCT JaHHBIX IIO
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CPaBHCHUIO JHMBEPIeHIMH (PYHKIMOHATBHO PA3JIMYHBIX YYaCTKOB TE€HOB-
MapajioroB BHYTPH TaKCOHOB. bombimas dacte mybmukaruii mo GH sococE€Beix
HOCBsIIIIeHa KMccleaoBannio nHTpoHHbIX yuactkoB (Driscoll et al., 1998; Oakley,
Phillips, 1999; Phillips et al., 2004). Bo3aMoxkHO, 4TO CyO(YHKIIHOHATH3ALIHS
TE€HOB-TIAPAJIOTOB OTIpeIeIsIeTCS HE TOJIBKO KOJUPYIOIIUMHA
MOCIIEI0BATEIHLHOCTAMU, HO U HEKOIUPYIOIUMHU y4aCTKaAMHU.

Hayuynasi HoBu3HA. BriepBpie MOJMydeHbl W ACTAIBLHO OXapaKTEPH30BAHBI
MIOJTHBIE HYKJICOTHUIHBIC TTOCIICIOBATEIHFHOCTH ABYX T€HOB ropMoHa pocta, GHI u
GH2, y yetpIpéx a3zumaTckux BHIOB rosblos: S. curilus, S. malma, S. taranetzi, S.
levanidovi.  [lomyueHHBIE  TMOCIEIOBATEIBHOCTH  3apETUCTPUPOBAHBI B
MeKIyHapoaHoit — 6ase  manneix  GenBank/NCBI.  BmepBbie  npoBeiéH
CpaBHUTEIIHHBIN aHaIIN3 JTUBEPTCHITUH UHTPOHHBIX u 9K30HHBIX
nocnenoBareiabHocTeli TeHoB GH romemoB poma  Salvelinus. Tlokazano, 4to
CKOPOCTh JMBEPTreHIMU ABYX MapalOTUYHBIX T€HOB TOPMOHA POCTa JIOCOCEBBIX
pei0 pa3nuuHa. ITO OOYCIOBJICHO BIUSHHAEM pPa3HOHAINPABICHHOTO U
OTJIMYAIONIETOCS MO CUje 0TOOpa Ha IYIUIMIIMPOBAHHBIE B IMPOIIECCE DBOJIOIMU
reHbl. OUIOreHeTHYeCKUd U CPaBHUTEIBHBIM aHATN3bl SK30HHBIX W WHTPOHHBIX
MOCJICTIOBATEILHOCTEH CBUICTEILCTBYIOT O JaBHEH HE3aBUCUMOM DBOJIIOIIMH TCHOB
GH1 u GH2.

Teopernueckoe M nNpakTH4YecKoe 3Ha4YeHUe PpadoTbl. [lomyuyeHHbIE
PE3yNbTATHl TOMOJHUIN CYIIICCTBYIOIINE HAa CETOIHANITHUN ICHb TPEICTABICHUS O
CTPYKType T€Ha ropMoHa pocTa pbi0. HacTosmas pabora BHOCUT CyIIeCTBEHHBIN
BKJIAJT B MICCIICTOBAHUS DBOJIIOIMH TYTUTMIIMPOBAHHBIX TEHOB TOPMOHA POCTa PhIO,
a Takke (PUIIOTCHUH TOJIBIIOB U ceMelcTBa JTI0cocEBBIX phI0 (Salmonidae) B memom.
PesynpTaThl pabOThl MOTYT OBITH HMCIIOJIB30BAHbBI JJIs Pa3pabOTKU MPAKTHUUYECKHX
3aJIaHUM U1 CTYJCHTOB YHUBEPCUTETA MPHU aHaIu3e JIMHHBIX pparmenToB JJHK.
[Tomy4yeHHBIE pE3yabTaThl HWCIONB3YIOTCS B HACTOSIIEE BpeMs IS CO3JaHUS
MOJTHOPA3MEPHOW TI'E€HETHYECKON KOHCTPYKIIMM TOPMOHA pOCTa C  IEJbIO
MOJIYYeHHUs] TPAHCTEHHBIX JHHUN pbli0 ¢ OoJee BBICOKOW CKOPOCTBbIO pOCTa B

YCIIOBUAX aKBAKYJIbTYPHI.



MeToa010rusi 1 METOAbI AMCCEPTAIMOHHOIO HCCJeA0BaHus. B manHOU
paboTre OBLIM TMPUMEHEHBI pa3JIMYHBIE MOJICKYJIIPHO-TCHETHUYCCKHUE METOIBI
nosyyeHus u ananuza pparmenton [JHK. Jlns ammmmdukanuu ¢pparMeHTOB T€HOB
GH wucnonp3oBanmm MeToapl ToymMmepasHou 1enHod  peaknuu  (IILP) wu
KioHupoBanus. g paspenenus npoxykroB I[IHP u ompenenenus pasmepos
MOJIYYeHHBIX ()parMeHTOB MCIOJB30BAIM METOJI 3JeKTpodope3a B arapo3HOM
rene. [Ipu onpeneneHun HyKICOTHAHOW TochenoBaTenbHocTH dparmenToB JIHK
UCIIONB30BAIM  METOJl  (hIyopecleHTHO-MeUYeHBIX — TepMuHaTopoB  (AANTP).
[Tony4yenHsie gaHHBIE 0O0paOOTAHBI C MOMOIIBIO COBPEMEHHBIX CTATUCTUYECKHUX
IPOTpaMM.

IHos0:xeHNs1, BBIHOCMMbIE HA 3aIUTY:

1. Ten TOpMOHAa poOCTa TPEACTABIEH Yy JOCOCEBBIX PBHIO ABYMS
MapaJIOTHYHBIMU T€HAMH, KOTOPBIE UMEIOT CXOAHYIO CTPYKTYPY.

2. T'enst GH1 m GHZ2 5n0cocéBbIX HaxXOAATCA IOJ Pa3HBIM JIaBJICHUEM
OUHIIIAIOIIEr0 0TOOpA.

3. HampaBneHHOCT, M cuia 0oTOOpa B TeHaX-Mapajorax MOXKET OBITh
Pa3IMYHON B pa3HBIX QUICTHUECKUX JTUHUSX.

CreneHb [0CTOBEPHOCTH Pe3yJabTaTOB. J[OCTOBEPHOCTH pE3yJIbTaTOB
uccienoBanus Obula oOecredeHa HCIOJIb30BAHHEM COBPEMEHHBIX MOJIEKYJISIPHO-
F€HETUYECKUX TMOJXOJ0B M CTaTUCTUYECKOW oO0paboTkoi MarepuanoB. O
JIOCTOBEPHOCTH  OKCIICPUMEHTAIBHBIX PE3yJbTaTOB TaKXKE CBHUJACTECILCTBYET
aHaJIM3 MHOTUX KJIOHOB MPU KIOHUPOBAHHH (PParMEHTOB M BOCIPOU3BOIUMOCTD
MTOJTYYEHHBIX TIOCJIEN0BATENBHOCTEMN.

AnpobGauus pa6orel. Pe3ynbTaThl paboThl Obutn mipenctaBiensl Ha X u Xl
PernonanbHbix KOHGEPEHIUSAX CTYJIEHTOB, AaCHUPAHTOB BY30B M HAYYHBIX
opranuzauuii JlaneHero Boctroka Poccum «AkTyanbHble MpoOJeMbl 3KOJIOTHUH,
MOpCKOU Ouosnoruu u ouotexnonorun» (Bragusoctok, 2011 u 2012 rr.), na VII
MexaynapoaHoMm cummnosuyme mno rojbeiaMm (FOxuo-Caxamuuck, 2012) u Ha |l
MexnayHaponHoii kKoH(pepeHmnn «CoBpeMEHHBIC TMPOOJIEMbl OHOJOTHYECKOMN

sBotonnn» (Mocksa, 2014).
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Hyoankamuu. 1o Teme nuccepraimu omyoarMKoBaHO 7 paboT, B TOM YKCIIE TPU
CTaThH B )KypHAJIaX U3 CIIMCKA, peKoMeH10BaHHOTO BAK.

CTpykrypa u 00béM quccepranum. Juccepranus  usnoxkena Ha 140
CTpaHMIIAX U COCTOUT U3 BBEJEHUS, 0030pa JIMTEpaTyphl, MAaTEPUAIOB U METOJIOB,
pe3ynbTaToB, OOCYXXIEHUS, 3aKIIOYCHMs, BBIBOJIOB, CIIMCKAa JIUTEPATypbl H
npuioxeHus. Pabota conepxxut 32 tabnuibl U 20 pucyHkoB. CIIUCOK JTUTEPATYPHI
cocTouT n3 174 HauMeHOBaHM, U3 HUX 167 Ha aHTJIIMHACKOM SI3BIKE.

JInunblii BKJIAJA aBTOpa. OKCIEpPUMEHTANIbHAS 4YacTh palboThl Oblia
BBITIOJIHEHA COMCKATelleM caMocTosTenbHO. CoucKkaTelnb HEMOCPEICTBEHHO
y4acTBOBaJI B aHAJIM3€ M MHTEPIPETAlUU MOJIYYEHHBIX pe3yJbTaToB, B
MPEICTABICHUN PE3yJIbTaTOB Ha KOH(PEPEHIMSIX U TMOATOTOBKE MyOIUKAIMKA IO
pe3yJibTaTam UCCIEIOBAHUM.

BbaarogapuocTn. Bripaxar orpoMHyr0 0J1arogapHOCTh CBOEMY HayYHOMY
pykoBoautento 1.0.H. Bi.A. BpbikoBy 3a pyKOBOICTBO, TOMOIIb U IIEHHBIE COBETHI
Ha Bcex AdTamax wucciaenoBanus; 1.0.H. D.5. KocreukoMmy 3a moaaepkky u
BHUMAaHHE B MEPUOJ] acTiupaHTyphl. OTIeNbHYIO0 0JIaro1apHOCTh BhIpaXkaro K.O.H.
B.B. IlanbkoBoit u k.0.H. JI.M. ATOnkuHy 3a MOMOIIb B OCBOCHHHM METOJ/IOB
MOJIEKYJIIPHOII OHMOJOTMM U Pa3HOCTOPOHHEE COJEWCTBHE U  MHOIIEPKKY,

OKa3aHHbIE B X0/ TPOBEICHUS PAOOTHI.

PaboTa BbInonHeHa Mpu yacTuyHOW (puHancoBor nojnep:xkke PH® (rpant
Ne 14-50-00034), IBO PAH (rpant Ne 09-1-1122-01) u IlpaButensctBa P® (rpant
Ne 11.G34.31.0010).
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1. OB30P JIUTEPATYPbI
1.1. UcTopus u3y4eHusi TOPMOHA POCTa

['opMoH pocta (COMAaTOTPOIIMH, COMATOTPONHBIA TOPMOH) —  3TO
MOJUTIENTHIHBIN TOPMOH, CHHTE3UPYEMbIil COMaTOTPOPHBIMU KIIETKaMU MepeTHei
nonu ranogusa. [[OpMOH pocTa UrpaeT 04eHb BAKHYIO POJIh BO MHOTHX XU3HEHHO
BaXHBIX Tporeccax. OH BBI3BIBAET YCKOPEHHE JTUHEHMHOTO pOCTa, CTUMYIUPYET
OOHOBJICHHWE TKaHEW BHYTPEHHUX OPraHOB, NEHCTBYET HA UMMYHHYIO CHCTEMY,
yBenuuuBas konudectBo T-nmuMdorutoB. COMaTOTPONMH OKa3bIBACT BIMSHUC HA
MeTa0o0JIM3M OEJIKOB, )KMPOB U yrieBoJ0B. OH yCKOpsieT CMHTE3 OelKka U TOPMO3UT
€ro pacrajl, CTUMYJHUPYET PACLICIUVICHUE XUPOB B KUPOBOM TKaHH, BBI3BIBAET
BBIPQKEHHOE MOBBILICHUE YPOBHS TJIIOKO3bl B KPOBHU U SIBJISIETCS aHTarOHHUCTOM
WHCYJIMHA 110 IEUCTBUIO HA yrieBoAHbIM 00MeH (BopoTHukoBa u ap., 2011).

BrniepBbie ropMoH pocta ObL1 OTKpHIT B 20-X romax HpoOHUIOrO BeKa, IO
CIIOCOOHOCTH BBI3BIBAaTh POCT CKeJleTa W YBEJIMUEHHWE Beca Tella MOJOJBIX
KUBOTHBIX. [lepBble MOMBITKN MOTYYEHHS] STOTO TOPMOHA HAYaJIUCh B CEpeUHE
1940-x romoB 1y JIeUyeHUs JETeH, CTpaJaronux Jae(HUIMTOM rOpMOHa poOCTa.
BnepBble ropMoH pocta Obul BbiAeneH B 1945 romy u3 Oblubero rumnodusa
yueHsiMu Jlafiem u DOBancom (Kamudopuus, bepxmm) (Li, Evans, 1945) wu
dummanom (Menbekuit yausepeuter) (Fishman et al., 1947). CBuHoii ropmoH
pocra Obul momydyeH M. Pabenom u B. Becrepmaiiepom (Maccauycerc,
yauBepcutet Tadrca) (Raben, Westermeyer, 1951). OgHako monbITKa MPUMEHUTh
OTH Tpenaparbl Ui JICYCHHUs KapJIMKOBOCTH Obla HEYJAYHOW H3-3a BUIOBOU
cnenu$UIHOCTH TOPMOHA POCTA.

B 1956 romy yuenwsiMu Jlaiiem u ITankoBeim (Kamudopuus) (Li, Papkoff,
1956) u sunmokpunosorom M. Pabenom (Maccauycerc) (Raben, 1956) Bnepsbie
ObUT BBIZIEJIEH TOPMOH POCTa TUMO(PU3a YeT0BEKa, ICTOYHUKOM KOTOPOTo, Ha TOT
MOMEHT, ObUI 4YeJIOBeUYeCKU MO3r TpymoB. Yxke B 1958 romy M. Paben (Raben,
1958) BrepBbIC BB COMATOTPOIIUH peOCHKY, CTpaaaromemMy a1ehUIiTOM FTOPMOHA

pocTa, ¥ COOONTIII O pe3ybTaTax ero JeUCTBUS Ha POCT.
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Hcnonp30BaHne TPYMHOTO TOPMOHA pocTa OBLJIO MPHOCTAaHOBIEHO B 1985
roJly BCIEACTBUE pa3BUTHUS y nauueHToB Oonesnu Kpeirudensaa-Akoda, peakoro
BHUPYCHOTO 3a00JICBaHUS, XapaKTEPU3YIOIIErOCs MPOrPECCUPYIONTUM CIIa00yMUEM
U TOTepel KOHTPOJISA HaJ MBIIIIAMHU, U yOWBAOIIEro B TCUCHUE MPUMEPHO 5 JIeT.
BosHukia oueHs TpyiHas nmpobiieMa — Moy4eHne CHHTETUYECKOTO TOPMOHa.

B 1964 rony Obputa ycTaHOBJIGHa aMHUHOKHCIIOTHAs IOCIJIEOBATEIHLHOCTD
ropmMona pocra 4demoBeka (Meisinger et al.,, 1964). Omnpenencaune ero
OMOXUMHUYECKON CTPYKTYpPHI B 1972 rony 1 pa3BUTHE METOJIOB T€HHOU UHKEHEPUU
npuBend K pazpabotke B 1981 romy peKOMOMHAHTHOTO TOPMOHA POCTa, BIEPBBIE
kjoHupoBaHHoro B 1979 romy (Fiddes et al., 1979). B 1985 romy kommanus
['enentek (Genentech) (Can-®pannucko, Kamudophus) co3gana CUHTETUYECKOE
JekapcTBO Ha ocHoBe pekomOuHanTHo! JJHK (Cronin, 1997).

Kak crmeacTBue 3TMX ycwinid, B HacTosIIee BpeMs HanbOojee M3yYCHHBIM

SIBJIIETCSI TOPMOH POCTa Y€JIOBEKa.
1.2. TopMoH pocTa 4esl0BeKa

I'opMOH pocTa 4YenoBeKa MPUHAUIEKUT K CEMEHCTBY CTPYKTYPHO CXOXKHX
O€JIKOB, KOTOpOE€ BKIIOYAET TNPOJAKTUH, COMATOJIAKTHH, XOPUOHHYECKHI
COMATOMaMMOTpPONHH (MM TUIAIICHTAPHBIA JIAKTOTEH), mponudepuH u Oenkwy,
ceszandbie ¢ mposiaktuaoMm (Niall et al., 1971). OcHoBHast yacTh T'eéHa TOpPMOHA
pocTa desnoBeka »skcmpeccupyercss B Buie AByx MPHK, oOpasyromuxcs B
pe3ysbTaTe AIbTEPHATUBHOIO CILIACUHIA MEPBUYHOIO MPOAYKTAa TPAHCKPUIILINH.
[Mpoxykramu tpancmsauuu 3tux MPHK sBrstorest nzodopmer GH maccoit 22 k/la
(75%) n 20 x/1a (20%) (Walker et al., 1991).

Nzodopma 22xJ/la (HGH22k wim hGH-N) skcnipeccupyetcst B runoduse u
SBJIIETCSI OCHOBHBIM NPOJAYKTOM reHa ropMmoHa pocta. HGH22k — »310
OJTHOTIETIOYCYHBIN OeJIoK, cocTosmuil n3 191 aMUHOKHCIOTHOTO OCTaTKa C JBYMS
TUCyIbPUAHBIMUA CBSI3SIMH, OOpa3oBaHHbIMHM Mexay 53 u 165, 182 u 189
octratkamu nucremHa. HGH22k otBewaeT 3a moCTHATalbHBIM POCT, a TaKkKe

ABIAICTCA  BAXHBIM  MOAYJIITOPOM  yINICBOAHOIO, JIMIIMIHOTO, Qa30THOI0O M
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MUHEpaIbHOTO OOMEHa. DTO caMblii WM3BECTHBI TOPMOH M E€JUHCTBEHHBIA U3
cemeiictBa HGH, xoTopswiii siBiserca kommepdeckuM. [locTTpaHCHsAIIMOHHBIE
Momudukanun GH 22kx/la BKIIOYAOT aMHHO-AIWIMPOBaHHYIO GOpMYy U JBE
neamuaupoBannbie Gopmel (137 u 152 monoxenns) (Lewis et al., 1979, 1981).
Taxxe ObuTa BBIICNICHA TIUKO3WIMpoBanHas ¢popma GH 22k/la (Haro et al., 1996).
N3odopma 20 x/la (HGH20k) umeer menpmuii pasmep (176 amMuHOKUCIOT) 3a
CUET yCTpaHEHUs TEepBbIX 45 HYKIEOTUI0B Tperbero sk3oHa MPHK, udro
cooTBeTCTBYeT 32—46 amuHOKHCIOTHRIM ocTatkaMm (DeNoto et al., 1981).

Mounomepubie u3odpopmel HGH22k u HGH20K croco6HbBl 00pa30BBIBATH
TUMEpPBl M OJIMTOMEPHI, CBSI3aHHBIC HEKOBAJCHTHBIMH WM JUCYJIb()HIHBIMA
cesa3samu (Baumann, 2009). Mssectrbl Takke u3odopmer GH 5 x/la, 17 x/la u 27
k/la, oOHapy)kxeHHBIC, KaK B CBIBOPOTKE KPOBH, Tak u runoduse (Such-Sanmartin et
al., 2008; Baumann, 2009).

Heckonbko  u30popM  ropMoHa  pocTa  MPOUCXOJAT  OT  TEHA,
skcnpeccupyromerocss B 1aneHTe (hGH-V). Ilnauenrapueiii ropMoH pocta
MPUCYTCTBYET B KPOBU OEPEMEHHBIX JKEHIIUH (CaMOK MIICKOIMTAIONINX) W,
BBICBOOOXK/IsICh B KPOBOTOK MaTepu, TOPMO3UT OmocuHTe3 n3odopmbl hGH-N B
runoduze. Haumbonee pacnpoctpanénnas ¢opma MPHK »sToro rena takxke
KoaupyeT uzopopmy maccoit 22 kJla u umeeT CTpykTypy, cxoaayo ¢ hGH-N (13
aMUHOKHUCIIOTHBIX 3aMeH). Bropas uzodopma Oepér cBoé nHauano or MPHK, B
KOTOpOW COXpaHEH YeTBEPTHIA WMHTPOH M, Olarojgaps 3TOMY, KOIUPYET OeloK
maccoit 26 k/la (Cooke et al., 1988). Taxxe usBectHbl uzodopmsl 20 k/la, 24 k/a,
25 x/la (Boguszewski et al., 1998).

@OYHKIIMM MHOTOYHUCJICHHBIX U30()OpM TOpPMOHA pOCTa YEJIOBEKa, 3a
uckmouenneM HGH22k, monHOCThIO HE ompeneneHbl, W UX OUOJOrHYecKas
aKTUBHOCTH N3Y4aeTCH.

Tpetnunast crpykrypa GH uenmoBeka — 310 4 anbda-cnupamu (1-4),
pacnoyiokeHHble B HEOOBIYHOW KOH(pUrypauuu (BepX-BepX-BHU3-BHU3), H
BKJIFOYAOIIME B ce0s1 aMUHOKUCIOTHBIE ocTaTtku 9-34, 72-92, 106-128, 155-184

cootBeTcTBeHHO. NH,- 1 COOH-koH1eBbie anbba-ciivpanu (1 u 4) nnunanee (26 u
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30 ocratkoB), uem aBe apyrue cnupaiu (21 m 23 ocrarka). Crnupanu 1 u 2
CBSI3aHBI MEXIy coOoi octatkamu 35—71, crupamu 3 u 4 ocratkamu 129-154,
cimpasi 2 u 3 uyepe3d 93-105 ocratkn COOTBETCTBEHHO. IIOMHUMO YeTBhIpPEX
OCHOBHBIX alib(a-crivpaneil, HalJeHbl TPU AOMOIHUTENbHBIX ajb(ha-crupaIbHbIX
ydacTka: aBa mMexnay crupamsivu 1 u 2 (38—47 u 64—70 cOOTBETCTBEHHO) U OJIUH
mexay crmpamsamu 2 u 3 (94-100) (Vos et al., 1992; BopoObéB, MHUPOIIHHUKOB,
2005).

l'opMoH pocta cuHTE3UpyeTCs B BHJI€ NPEAIICCTBEHHUKA IHHON 217
AMUHOKUCJIOTHBIX ~ OCTAaTKOB, M3 KOTOpPHIX 26 amuHOKuciaoT  N-KoHIa
MIPEACTABIISAIOT cobon CUTHAJIbHBIN MenTUI. CurnaapHBIN HenTH/
MPEAIIECTBEHHUKA WHULMUPYET TMEPEHOC PACTyIledl MNEeNTUAHOW LENu Yepe3
MeMOpaHy »JHJOIIa3MaTHYECKOTO PETUKYJIyMa, BBICTYNAeT B POJU  SKOPS,
YACPKUBAIOIIETO MOJIEKYJly MpealiecTBEeHHUKa Ha MemOpane. [locne nonydyeHus
cnenupUIecKoro cUrHasia, CBsi3aHHas ¢ MeMOpaHoi nentuaasa | paspesaer 6enok-
npeaIecTBeHHUK Mex Ty 26 u 27 ocratkamu (Chawla et al., 1983; Molhoj, Degan,
2004; Tuteja, 2005). Ilomyuyenusli 3penblii Oenok, coctosmmii w3 191
AMUHOKHCJIOTHOTO OCTaTKa, BBICBOOOXKJIAETCS B TMOJOCTh PETHKYyJIyMa H
AKCHIOPTUPYETCS U3 KIETKHU.

I'opMoOH pocTta nEeMCTBYEeT Kak HEMOCPEACTBEHHO Yepe3 CBOM COOCTBEHHBIN
peuenrop (GHR), Tak W KOCBEHHO, MyTéM CTUMYJALMUA TPOU3BOJICTBA
uHCyauHOomoao0Horo ¢akropa pocta I tuma (IGF-I). GHR B ocHoBHOM
AKCIPECCUPYETCS] B TE€YEHU, HO TAKKE OH MPHUCYTCTBYET B IIa3MaTUYECKOU
MeMOpaHe KJIETOK >KMPOBOW TKaHU, SIMYKAX, KEITOM TeJie, CKEJIETHBIX MBIIIIIAX,
XPAIIEBOM TKaHU, MO3re, JETKUX, MOIKEIYIOYHON KeJe3e, KHUIICYHUKE, CEPALE,
nouykax W Jmmdornmrax. GHR sBiasercs uineHOM ceMelcTBa T'eéMOIOITHHOBBIX
peLenTopoOB WU CEMEUCTBOM ITMTOKMHOBBIX perentopoB I tuma. OgHa Mosekyia
TOPMOH POCTa B3aUMOJICHCTBYET C JBYMSI MOJIEKYyJIaMH MEMOpaHHOTO perenTopa
(Wells, 1996), kotopbie cBsi3aHbI C IIUTOIIA3MATHUYCCKMMH MPOTEHHKHHA3AMHA —
SHYC-KUHa3aMu (JAK-2). [Ipucoenunenue rOpMOHA BBI3BIBACT

ayrodochopriupoBaHUEe W aKTHBAIMIO SIHYC-KWHA3, KOTOPHIC, B CBOIO OYEpE/b,
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dbochopunupyrot perentop. Kommneke dhochopunmpoBaHHOTO AUMEpPA peLIEITOpa
C SsIHyC-KMHA3aMHu CBSI3bIBa€T 0coOble IuToruiazmatudeckue Oenku (STAT),
KOTOphIe Takke pochopunupyrores suyc-kunazamu (Meyer et al., 1994; Xu et al.,
1996). dochopumupoanubie Oeiaku STAT akTUBUpPYIOTCS, 00pa3ys aumep.
Jumep STAT nepememiaercsa U3 IUTO30J15 B AJIpO, CBS3BIBAETCA C MPOMOTOPHBIM
yuactkoM JIHK wu wHaymupyer tpaHckpumimio reHoB (puc. 1.1). B psne
WCCJIEIOBAHUM TOKA3aHO, YTO PELENTOp TOPMOHA pOCTa B3aUMOJEHCTBYET C
KMHA30i Src, a TakXe aKTUBHUPYET MUTOIE€H-aKTHBUPYEMYIO MPOTEHUHKUHA3Y
(MARK), oTBeuaroiiyto 3a peryJsiuni BHEKJIETOUHbIX cUTHANIOB (BopoTHUKOBa 1
ap, 2011). Takum 0O6pa3oM, CUTHATU3AIUSL OCYIIECTBIISAECTCS MyTEM 3amycka Ju0o
MARK-kackana, mn6o STAT-kackana.

Ilocne cBsA3BIBaHUSA C PELENTOPOM, TOPMOH POCTa CTUMYJMPYET B KIIETKaX
NEeYEHU NPOAYKIHUIO U CEKPELMIO MHCYIUHOMOA00HOr0 (hakTopa pocta-1, KoTopblid
SBJIIETCSI BAXXHEHIIMM HHAOKPHHHBIM IOCPEAHUKOM JCHCTBUS TOPMOHA POCTA,
noueMy u HasbiBaeTcs «comatomenud C». IGF-1 cunTesnpyercs kak B KieTKax
IIEYEHH, TaK U B JPYTUX TKAHAX B OTBET HAa CTUMYJILUIO UX COMAaTOTPONMHOBBIX
peuenropos (Coker, Arman, 2009).

Cunre3 u cekpeuuss GH runodusza HaxoauTcs NOA KOHTPOJIEM JBYX
TOPMOHOB THUIIOTaJaMyca: coMaToiandepruHa (COMaTOTPONMH-PUIIM3UHT TOPMOH) U
comaroctatuHa. CoMaTtonuOepuH — 3To noaunenTua pasmepoM 108 aMHUHOKHUCIOT,
koTopbiii koaupyetcs reHoM GHRH, pacnonoxennsim Ha 20 xpomocome (ql1.2).
Casi3pIBaHME COMATONMOEpPUHA CO CBOMM PELENTOPOM MPUBOJUT K YBEIUUYECHUIO
YPOBHS Ca®™ m uHAyuupoBanuto cexkpeuun GH  kimerkamu  runodusa.
ComatocTatiH HHrubmpyet cexpenrto GH mytem ymenbiienns yposrs Ca®”,

Cekpenusi TOPMOHa POCTa TaKXkKe CAMOPETYJIUPYETCS MO TUIy OOpaTHOM
cBs3u. Korna ypoBeHb TOpMOHA pOCTa B KPOBH JIOCTUTAET ONPEACIICHHOTO 1OPora,
TOPMOH pOCTa CTUMYJIUPYET peuenTopsl B THUnopusze, 4YTOObl OCTAHOBUTH
JAJBHEUIIIYI0 CEKPEUHI0 TOpMOHA pocTa. OH Takke CTUMYJIUPYET pELEnTOpHl B
TUINoTajaMyce, 4YTOObl OCTAHOBHUTH CEKPELMI0 COMATOJMOEpHHA M BKIIOYUTH

BbIpaboTKy comartoctatnHa. IGF-l1 Takxke obecrneunBaer OOpaTHYIO CBS3b C
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runoTtanamycom u runoduszom. Ilpu Huzkom ypoBHe IGF-I B xpoBu cekpenus
coMaToinOeprHa U TOPMOHA POCTa BO3PACTAET, a COMATOCTATHHA CHUXXKAETCA, U

naobopot (Coker, Arman, 2009).
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Puc. 1.1. Mexanu3m nepeauu cCurHaia yepe3 MeMOpaHHbIC PEIEITOPHI.

Kpome TOro cekpenuro ropMoHa poCTa BbI3BIBAET MNPHUPOIAHBIA TOPMOH
rpenua (Tannenbaum, 1991; Malagon et al., 2003). I'penun npeacraBiseT codoit
28-aMUHOKUCIIOTHBIA TENTUJl, CUHTE3UPYEMBbIM B IKEIyAKe, KHUIICUYHUKE U

LEHTpaJIbHON HEepBHOU cucTteme. CBS3bIBAaHUE ATOT0 O€Ka ¢ TPeIuH-PEIENTOPOM


http://ru.wikipedia.org/wiki/%D0%93%D0%B8%D0%BF%D0%BE%D1%82%D0%B0%D0%BB%D0%B0%D0%BC%D1%83%D1%81
http://ru.wikipedia.org/wiki/%D0%93%D0%B8%D0%BF%D0%BE%D1%84%D0%B8%D0%B7
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YBEIMYMBACT yPOBEHB BHyTpHKIeTouHoro Ca’*, uro crumymupyer cexpermio GH
gepes cekpenuto comaronubeprna (Casanueva et al., 2008).

Takum 00pazoM, TOPMOH pOCTa CUHTE3UPYETCS MPEUMYIIECTBEHHO B BHJIE
JIBYX OCHOBHBIX H30()OpM C MOJEKYJIsIpHOH Maccod 22 k/la, ogHa U3 KOTOPBIX
dKCIIpeccupyercs B Tunoduse, a Apyras B IJIaneHTe. ATbTEPHATHBHBIN CTUTAMCHHAT
YBEIMYMBAET YUCIIO M30(DOPM U MpeArnoaracT BO3MOKHOCTh X CIeIMAIA3aIuU B

BO3I[61>1CTBPIH Ha pa3HbIC TKAHU.

1.3. I'en ropMoHa pocTa yejl0BeKa

I'opmon pocta uenoBeka koaupyercss reHom hGH-N, koTopblii BXOAuT B
coctaB kiactepa reHoB GH, cocrosimiero u3 5 TecHo cBsi3aHHbIX reHoB (aByx hGH
u 1péx hPL): runodmsaproro ropmona pocra (hGH-N), xopuonmueckoro
COMaTOMaMMOTpPOIIMHA L (hCS-L 17001 hPL), XOPHUOHUYIECKOTO
comatomammorponuaa A (hCS-A wmu hPL-2), miameHTapHOTO TOpMOHA pocCTa
(hGH-V) u xopuonuueckoro comatoMmammorponura B (NCS-B mnm hPL-3). I'ensl
hPL u hGH-V skcnpeccupyroTcss HckiIoduTeabHO B Iuianenre, hGH-N — B
runopuze. ['ensr GH pacmonaratorcs B cnenyromem nopsiake: hGH-N, hCS-L,
hCS-A, hGH-V, hCS-B (puc. 1.2) (Barrera-Saldana, 1998; Chen E.Y. et al., 1989).
Bce onm crpynmmpoBanbl Ha ywactke [IHK nmmmHO#M oxono 50 Teicsu map
HYKJICOTUAO0B (T.I.H.), PACMOJIOKEHHOM Ha JJIMHHOM Iutede 17 XpoMOCOMBI Ha
nojocax (22-24 (Harper et al, 1982). TI'emsi hCS-A, hCS-B, hCS-L
pacnosaratorcs Ha yvactke 2,9 T.mH. jmHOM, a hGH-N u hGH-V — 2,6 T.m.H.
umHON. WX  TpaHCKPWIIIIMOHHBIC CIWHUIBI, pPa3AeiiCHHbIC MEKTCHHBIMU
cnelicepaM IJIMHOW 6—13 T.M.H., UMEIOT OJMHAKOBYIO OPUEHTAIMIO M BBICOKUU
YpOBEHb  cxojcTBa  Komupyromux (> 90%) w  QraHKUpYOMMX
nociefoBaTeabHOCTE  reHoB. Okcmpeccus  kinactepa GH  ympasnsercs
perynstopuoit obnacteio (LCR), kotopas naxoautcs B 14,5-32 T.m.H. BbIIE 1O

teuennro ot rena GH-N (Jones et al., 1995; Su et al., 2000).


https://ru.wikipedia.org/wiki/%D0%90%D0%BB%D1%8C%D1%82%D0%B5%D1%80%D0%BD%D0%B0%D1%82%D0%B8%D0%B2%D0%BD%D1%8B%D0%B9_%D1%81%D0%BF%D0%BB%D0%B0%D0%B9%D1%81%D0%B8%D0%BD%D0%B3
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Puc. 1.2. Knactep rena ropMoHa pocTa 4ejaoBeKa.

Bce unensl cemerictBa GH BrirouaroT 5 9x30H0B (I1-V) 1 4 unrpona (A-D).
[TonoxeHus W IJIMHBI YeThIPEX MHTPOHOB HaeHTHYHBI Y TeHOB hGH-N, hGH-V u
hCS. Dk30H | BKIIOYaeT HECKOJIBKO HYKJICOTHUIOB 5'-HETPAHCIUPYEMOM 00JacTH,
nepBble TPU KOJOHA U TEPBbI HYKIECOTH] YETBEPTOTO KOJOHA CUTHAIBHOTO
nentuaa. BTopol 3K30H KOIHUPYET OCTadbHBIE aMHUHOKHCIOTHI CHTHAJIBLHOTO
nentuaa v ¢ 1 mo 31 aMUHOKHUCIOTHI 3penoro 6enka. Ik30us! |, 1V, V konupyror
32-71, 72-126, 127-191 amuHoKkucIOTH cooTBeTcTBeHHO. HTpoHEI A, B, C, D
coaepxkatr 256, 209, 93, 253 nap ocHOBaHUN COOTBETCTBEHHO. KaxX1blii MHTPOH
HaunHaercsa auaykiacoruaoMm GT u 3akanuuBactcess AG (Chawla et al., 1983).

C obeux CTOPOH K KOJUPYIOIIEH OO0JacTH MNPUIIETAIOT OCOOBIE Y4YaCTKU
MPHK, He BmicTynarommue B KadecTBE MAaTpHIbl sl cuHTe3a Oenka. OHuU
HaspBaoTcss 5' m 3'-Herpanciupyembie oOiactu (UTR). 5'-Herpancimpyemas
obnmacte (5-UTR) wim nupaepHas 1OCIEIOBAaTENbHOCTh  MPEAIIECTBYET
ununuupyomemy konony AV, a 3'-UTR pacnonaraercst mociie cTOn-KOJOHOB
PHK. Otu o0nactu TpaHCKpHUOUPYIOTCS B COCTaBE TOTO K€ CAMOI0 TPAHCKPHIITA,
YTO M KOAMPYIOUMH ydacTok. [l HHX XapakTepHO HaJIW4YUe MIMUJICK,
BHYTPEHHUX MHUIIMATOPHBIX KOJOHOB U KOPOTKUX OTKPBITHIX PAMOK CUMTHIBAHUS,
CalTOB CBSI3bIBAHUS PHUOOCOMBI, PA3JIUYHBIX ITUC-PETYISITOPHBIX 3JIEMEHTOB,
ces3piBatonuxcsi ¢ PHK-cBs3piBaromumu 6enkamu. Herpancnupyembie obiactu
UTPAIOT BAaXHEHIIME pPOJM B TMOCTTPAHCKPUIIIIMOHHON PETYISIIIUN DKCIIPECCUU

reHoB, BKIoYas wmoayiauuio Ttpancnopra MPHK wu3 sgpa, addexTtuBHOCTH


https://ru.wikipedia.org/wiki/%D0%A2%D1%80%D0%B0%D0%BD%D1%81%D0%BB%D1%8F%D1%86%D0%B8%D1%8F_(%D0%B1%D0%B8%D0%BE%D0%BB%D0%BE%D0%B3%D0%B8%D1%8F)
https://ru.wikipedia.org/wiki/%D0%9C%D0%A0%D0%9D%D0%9A
https://ru.wikipedia.org/wiki/%D0%9C%D0%A0%D0%9D%D0%9A
https://ru.wikipedia.org/wiki/%D0%A1%D0%B8%D0%BD%D1%82%D0%B5%D0%B7
https://ru.wikipedia.org/wiki/%D0%91%D0%B5%D0%BB%D0%BE%D0%BA
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TPAHCIISIINAN, BHYTPUKIETOUYHYIO JIokanm3anuto MPHK u eé ctabunbrocts (Molhoj,
Degan, 2004; JIstoun, 2012).

Bricokas cTeneHp TOMOJIOTHN MATH TeHoB cemeiictBa GH nama ocHoBaHme
moJjlaratb, 4TO BCE OHHM OepyT Hadajgo OT OJHOTO OOIIer0 MPEeIKOBOTO TeHa
(primordial gene), HeogHOKpaTHas IyIUIMKANWsS KOTOPOTO TpHBENa K
dbopMupoBaHHIO  OOJBIIOrO0  IeHa-MPEANICCTBEHHUKA  (Precursor  gene),
CoJIepIKaIIero miaTh S5k30HOB U yeThipe uHTpoHA (Niall et al., 1971).

[Ipenmonaraercs, 4To W3HAYAIBHO MPEIKOBBIM T€H COJEpKal MPOMOTOP U
nBa dk30HA. [lo3zxke BTOpOM 3K30H OBLT AYIUIMIMPOBAH, YTO TPUBEIO K
BO3HMKHOBeHHIO 3k30Ha |l wu V. OOparubii Tpanckpunt MPHK 3rtoit
TYTUTAIUPOBAHHOM 00J1acTH ObUT BCTABJIIEH HUXKE IO TEUEHHUIO, YTO MPUBEJIO K
0o0pa30BaHUIO TSATOTO SK30HA, WJIM K€ TMATBIM 3K30H CHOPMHUPOBAJICS IMYyTEM
BKIIFOUEHUS TYTTUIIMPOBAHHOTO (PparMeHTa, COAEPIKAIIEro IBa SK30HA, WHTPOH
MEXIy KOTOPBIMU ObUT BHOCIEACTBUU yHan€¢H. OTIAeNbHO ObLI BCTaBJICH TPETUM
9K30H. JlymuMkanmus U JUBEPTEeHIMS 3TOTO TEHA, COJAEPIKAIIero MATh SK30HOB,
OpUBEIM K BO3HUKHOBEHHIO T'€HOB-IIPEAIICCTBEHHUKOB T'OPMOHA POCTa,
wiareHTapHoro yakroreHa (PL), u mponaktuna (Prl), oTHocsmuxcs k ogHOMY
cemeiicTBy mosmmnentuaHbix ropmonoB (Miller, Eberhardt, 1983; Selby et al.,
1984; Slater et al., 1986) (puc. 1.3). I'en nposlakTHHA ©UMEET MEHBIIIE TOMOJIOTHH C
renamu GH u PL u pacmonaraercst Ha mecToil XpoMocoMme. JTO J1ajJ0 OCHOBaHHE
mpeanoiararb, 4YTO OHH OEpyT HAYajlo OT Pa3HBIX TE€HOB-TIPEIIICCTBEHHUKOB
(Yamano et al., 1991).

JlokazaTenbCTBOM TOr0, YTO T€H-TPEIIECTBEHHUK Obul chopmMupoBaH
nyTéM JyTUIMKAIlMW, CIY)KUT HaJW4Yue 4YeThIpEX TOMOJIOTHYHBIX 00JIacTel,
PacCIIOJI0KEHHBIX BO BTOPOM, YETBEPTOM M IIATOM 3K30HaX noymrnenTtuaoB GH, PL,
Prl. TIpu 3TOM B MATOM 3K30HE NPUCYTCTBYIOT JIBE€ TOMOJIOTHYHBIE 00JacTH,

BEPOSITHO, BCJIEACTBUE YIAIECHUS UHTPOHA MEXKIY TPEThEH U YETBEPTOU KOIUSIMH.

(Miller, Eberhardt, 1983; Selby et al., 1984).
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Puc. 1.3. Monens sBomoniuu reHoB GH cemeiicTBa. 3amTpuxoBaHHBI OOKCHI —
AK30HBI, KOTOPHIE, KaK MOJIaratoT HEKOTOPBIE UCCIIEA0BATEIN, UMEIOT HE3aBUCUMOE

npoucxoxaenue (mo: Selby et al., 1984).

1.4. T'opMoOH pocTa MO3BOHOYHBIX

['opMOH pocTa TPUCYTCTBYET y OOJBIIMHCTBA TMO3BOHOYHBIX JKUBOTHBIX.
YOenuTenbHpIM  JOKA3aTeIbCTBOM JITOTO  SBIISETCS WACHTU(PHUKAIMS TOPMOHA
pocta y OIHOTO W3 JPEBHEWIIMX MPEICTABUTENIEM IMO3BOHOYHBIX — MHUHOTH
(Kawauchi et al., 2002). OCHOBHbIM UCTOYHHKOM TOPMOHA POCTa y MO3BOHOYHBIX

SBJITFOTCSL COMATOTpo(HBIC KIETKH Tunodusa. ['OpMOH pocTa CekpeTupyercs B
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IUTa3My U Pa3HOCHUTCS MO BCEMY OpraHm3My. Y KypHIlbl pasHbie uzopopmer GH
OBLTM BBIZIECIICHBI W3 TKaHEW rmasza, cepama. Y dopemn GH O oOHapyxeH B
runoguse, MeYCHH, cele3cHKe, BUIOYKOBOM keie3e, kumeunuke (Von Schalburg
et al., 2008).

[ToMrMO CBOMX OCHOBHBIX (DYHKIIMH, XapaKTEPHBIX JJIS BCEX IMO3BOHOUYHBIX,
TOPMOH POCTa y pa3HbIX BUIIOB MPOSBISET AOMOJHUTENbHBIE GyHKINH. Y pbid GH
BJIMSCT Ha IOJIOBOC CO3pEBaHWE M aJanTaiuio K Mopckoi Boae (Bolton et al.,
1987; Bjornsson, 1997). ¥V nrunm GH ywactByeT B mporeccax pa3MHOXKEHUS,
co3peBanus u npoaykuuu suil (Buggiotti et al., 2006).

AMUHOKHUCIIOTHAS MTOCJICIOBATEIILHOCTh TOPMOH POCTa TTO3BOHOYHBIX OYCHb
koHcepBaTuBHa (Santome et al., 1973; Shoji et al., 1990; Castro-Peralta, Barrera-
Saldana, 1995; Liao et al., 2003). ITocnenoBarenbHocTh GH cBUHBH M coOakH,
IPEICTABIISIFOIIMX JIBA Pa3HBIX OTps/a IUiarieHTapHbIx, uacHTrnyHa (Wallis, 1994).
GH manap! oTMYaeTcsl OT ATUX TOCICIOBATEIIBHOCTEH ABYMSI aMUHOKHUCIIOTHBIMHU
3ameHamu, Ha 98,4% wuaentnuen GH korta (Tp aMUHOKHCIIOTHBIC 3aMEHBI) M Ha
93% unentuuen GH rpeizynos (Liao et al., 2003). ITocinemoBatenbHOCTh TOPMOHA
pocta koTa Ha 98,5% WICHTHYHA MOCIECIOBATSIILHOCTH COOAaKM W CBUHBH (OJIHA
aMUHOKHCJIOTHasE 3ameHa) u Ha 93,9%, 87,9%, 62,5% wuneHTnyHa
MIOCJICIOBATEIIHHOCTH TOPMOHA POCTa HOPKH, OBIIBI W YEJIOBEKAa COOTBETCTBCHHO
(Castro-Peralta, Barrera-Saldana, 1995). beiunii GH wmmeer BBICOKYIO CTCICHb
romosioruu ¢ GH genoBeka u oB1ibl, 63% u 97% cootrBercTBeHHO (Santome et al.,
1973).

["'opMOH pocTa pa3IUYHBIX BUIAOB MO3BOHOYHBIX UMEET CXOJHYIO CTPYKTYPY
u nogo6Ho GH demoBeka, mpeacTaBiIeH OJHON MOJUIEHTHAHON HEMbI0 U UMECT B
CBOCH CTPYKTYpPE YeThIPE OCHOBHBIX aib(a crupainu. Adaenp-Marua ¢ KojuieraMu
(Abdel-Meguid et al., 1987) namutu yeTbipe cnupaibHbIX goMeHa B GH cBuHBH.
Monekyna GH munst (Tinca tinca), mpeacrtaButesnss otpsga KapmooGpasHbie
(Cypriniformes), takxe cocrout u3 4-x anbga-crmpanieii (Panicz et al., 2012).
Yerblpe BBICOKO KOHCEPBAaTHUBHBIX JOMEHa, o0Oo3HaucHHble Kak A (8-31

amuHOKHUCIIOTA), B (52-92), C (101-123) u D (155-186) ObuM yCTaHOBJIEHBI ITPH
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cpaBHeHHH mociieaoBarenbHocteii GH kam0anooOpasubix peid (Verasper moseri,
Paralichthys olivaceus, Solea senegalensis). Dtm KOHCEpBaTUBHBIC JIOMCHBI
COOTBETCTBYIOT YETHIPEM aHTUNApauIeTbHBIM aibda crupamsim GH cBuHBH.
Ob6nactu A u C pacnonararoTcsi Ha MOBEPXHOCTH MOJIEKYJibI, a obnactu B u D
HaxonsTcsi BHYTpHu Monekynbl (Peyush et al., 2000). Crpykrypa GH pei6s1 Tlaky
TakKe BKJIIOYACT YEThIpE aHTHUIIApaJljieNibHbIe anbda-crmpanu. llepsas anbda-
cnupalib BKIO4YaeT 6—34 aMUHOKHUCIOTHBIX OCTaTKOB, BTOpas — /4—106, TpeTbs —
115-139, gerBépras — 174-188 (Pinheiro et al., 2008). I'opmon pocra HEpku
(Oncorhynchus nerka), mpencraButenst cemeiictBa JlococéBbie, Takke HMEET
N0JJOOHYIO0 BTOPUYHYIO CTPYKTYpy Oeinka (Devlin, 1993).

[TocrmenoBaTenbHOCTH TOPMOHA pPOCTa OOJIBIIMHCTBA MJICKOITHTAIOIIIX
uMeeT Onm3kue pasmepsl. Tak, qmHa mpemmiectBeHHnka GH cBuHBH, coOakw,
HaH/Ibl, KOIIKW, HOPKH, CIIEMbIIa W TpbI3yHOB maeHTHuHa (Shoji et al., 1990;
Castro-Peralta, Barrera-Saldana, 1995; Lioupis et al., 1999; Liao et al., 2003). Bce
OHU BKJIIOYAIOT 26 aMHUHOKHCIOT CHTHAJIBHOrO mnentuaa v 190 aMHUHOKHCIOT
3penoro Oenka Mo cpaBHEHHUIO ¢ 191 aMHUHOKHCIIOTON 3pesoro Oelika MpUMaToB
(Chen E.Y. et al., 1989) u 27 aMHUHOKHCIOTAMH CHTHAJIHHOIO IENTHIA
napHokonbITHRIX (Lioupis et al., 1997; Wallis, Wallis, 2001; Maniou et al., 2004).
[MocnenoBarensHocth GH myxonoBku (Ficedula hypoleuca) u GombinexiaroBoii
Boponbl (Corvus macrorhynchos) cocrapisier 217 aMUHOKHCIOTHBIX OCTaTKOB B
JUIMHY, U3 KOTOPBIX 27 aMUHOKHCIIOT CUTHAJIBbHOTrO nentuaa u 190 aMuHOKUCHOT
3penoro Oenka (Buggiotti et al., 2006; Arai, ligo, 2010).

I'opMmoH pocta y pbiO Oonee BapuadeneH. CUrHanbHbIA NENTUA PhIO KOpoye
Ha 4-5 aMHHOKHUCIIOT, 4yeM y miiekonutaronmx. GH coma (Pangasianodon gigas,
Siluriformes) comepxuT 22 aMHHOKHCIIOTHI CUTHAIBHOTO MenTuaa u 178 octaTkoB
3penoro Oenka (Lemaire et al., 1994). KambanoooOpasusie (Verasper moseri) u
okyHeoOpasubie (Epinephelus lanceolatus) umeror cxomHbli pa3Mep CHUTHAIBHOTO
nentuaa (17 ocTaTkoB), HO OTJIMYAKOTCS pa3MepoM 3pesioro Oernka, 186 u 187
ocraTtkoB cooTBetcTBeHHO (Peyush et al., 2000; Dong et al., 2010). 3penas

AMHUHOKHMCIIOTHAs IOCIIEAOBAaTEILHOCTh asuaTckoro mapamuxta (Paralichthys
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olivaceus), apyroro mpexacraBuTelss Kam0aiooOpa3HbIX, Kopoye Ha 14
amuHokuciot (140-153) (Watahiki et al., 1989). Dta ocobeHHOCTD TakKe HaiieHa
B GH Ilaky (Piaractus mesopotamicus, Characiformes), y koroporo, B pe3yjibTare
nenenmn 10 amuHOkmcnoT Ha N-KoHIE, anmuHA 3pesoro Oenmka coctamisier 178
amuHokuciot (Pinheiro et al., 2008). Jlnmuaa ropmoHa pocra kaproBsix peio (Chao
et al.,, 1989; Zhu et al., 1992; Hong, Schartl, 1993; Law et al., 1996; Rajesh,
Majumdar, 2007; Bart et al., 2010; Panicz et al., 2012) unentuuyna mmue GH
nococéBeix (Kawauchi et al., 1986; Rentier-Delrue et al., 1989; Devlin, 1993), u
BKItoyaeT 210 aMUHOKHMCIOTHBIX OCTaTKOB, M3 KOTOPBIX 22 aMHHOKHUCIIOTHI
CUTHAJIBHOTO TenTuja u 188 aMuHOKUCIOT 3penoro Oenka. JlaHHash CTpPyKTypa
XapakTepHa JUIsi aMUHOKHCIOTHOM mocieaoBarenbHoct kak GHI1, tak u GH2
nococéBbix peid (Devlin, 1993). INpenmectBenank GH MuHOrH, mpeacTaBUTENs
HU3IMIMX TO3BOHOYHBIX, BKIOYaeT 203 aMUHOKHCIOTBI, M3 KOTOpPBIX 22
AMUHOKHMCIIOTHl CUTHAJIBHOTO mentujaa U 181 aMHUHOKHMCIIOTa 3pesioro ropMoHa
(Kawauchi et al., 2002).

Hekotopble BHIBI TO3BOHOYHBIX JKMBOTHBIX COJIEpKAaT JiBa BapHaHTa
ropMOHa pocTa, BCleACTBUE MpHUCcyTcTBUs NBYX TeHoB GH. JIa rena GH Opuin
BhIsBJICHBI Y skBauHbIX (Valinsky et al.,1990; Wallis, Wallis, 2001; Yamano et al.,
1991), y npencrasuteneii otpsaa KuronaprHokonsitHbie (Cetartiodactyla) (Maniou
et al., 2004), y ntun orpsaa BopoObunooOpasueie (Passeriformes) (Yuri et al.,
2008; Arai, ligo, 2010). V mnpumaroB cepus AyIUIMKAIMi TpuBena K
BO3HUKHOBEHHUIO Kiactepa GH-poACTBEHHBIX TE€HOB, HEKOTOpPHIE M3 KOTOPBIX
SKCIIPeCCHpYIOTCs B muianieHTe. Muorue Bubl peid (Chao et al., 1989; Koren et al.,
1989; Chiou et al., 1990; Ber, Daniel, 1992; Law et al., 1996; Bart et al., 2010), B
ToM umcie u JococéBeie poriobl (Agellon, Chen, 1986; Kawauchi et al., 1986;
Agellon et al., 1988; Johansen et al., 1989; Rentier-Delrue et al., 1989; Male et al.,
1992; Devlin, 1993; Du et al., 1993; Forbes et al., 1994; McKay et al., 1996),
TaKXke cojieprKar JiBa rena ropmona pocta, GH1 u GH2.

[TocrmenoBaTenbHOCTH 3pENOro TOPMOHA pPOCTa PA3IUYHBIX BHIOB PbIO

OTJIMYAKOTCsA IICPBBIM AMHMHOKHCJIOTHBIM OCTAaTKOM. Yy KapIIOBBIX
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IOCJIEI0BATEIBLHOCTh 3pesioro Oenka HaumHaercs cepunom (Chao et al., 1989;
Hong, Schartl, 1993; Clements et al., 2004; Rajesh, Majumdar, 2007). 3penas
OenkoBas IocieaoBaTeIbHOCTh ABYX komuii GH y Salmo salar nauwmnaercs
meTruonrHoM (Johansen et al., 1989), B omiimumne ot BumoB poga Oncorhynchus, y
KoTopbix komuu GH oTimuarorcs TEepBBIM  aMUHOKHUCIOTHBIM — OCTaTKOM.
IMTonunenTunHas nociaenosareibHocTh GH1 HaumHaeTcs u3zonennuaoMm, a GH2 —
metruonnHoM (Sekine et al., 1985; Rentier-Delrue et al., 1989).

Mosekysa TopMOHa pOCTa MO3BOHOYHBIX COJCPKHUT KaK MHHHUMYM YETHIPE
octrarka nucrenHa (CyS), KOTopble HaXOASITCS B CXOAHBIX MOJIOKEHUsX. OCTaTKu
IMCTENHA YyYacTBYIOT B OOpa30BaHWM JBYX IHUCYIb(UIHBIX CBsI3€H, KOTOPHIC
HE0OXO0MUMBI 111 (POPMHUPOBAHUSI TPETUUHON CTPYKTYpPHl O€lika U MOAJIEpPKaHUS
POCT-CTUMYJIHUPYIOIIEH aKTUBHOCTU TOpMoHa. B 0OenkoBoil Moisiekysie ropMoHa
pocta ObIKa Ba JUCYJIb(PUAHBIX MOCTHKA 00pa3yloTCs MEXy ocTaTkaMu 53 u 162
u 179 u 187 cootBerctBenHo (Santome et al., 1973). /IBe nucynbduaHble CBA3U
GH nrun popmupyrores 79 u 190, 207 u 215 muctenHoBbIME ocTtatkamu (Aral,
ligo, 2010). Yerbipe HIMCTEHMHOBBIX OcTaTka HaiaeHol B GH MHOrmx pniO, K
KOTOPBIM OTHOCSITCS TIpecTaBuTeNu oTpsigoB OkyHeoOpasusie (69, 177, 194, 202)
(Dong et al., 2010) u Jlococeobpasnsie (49, 161, 178, 186) (Rentier-Delrue et al.,
1989). KapmooOpa3Hbie pbIObI cOAEpKaT TOTOJHUTEIBHBIM HEMApHBINA MATHIN
OCTaTOK LIUCTeNHA B noJioxkenuu 123 (49, 123, 161, 178, 186). Henaphsiii octaTok
muctenHa HaigeH B GH mécrporo tosncronoouka (Hypophthalamichthys nobilis),
oenoro  Ttonctonobuka  (Hypophthalamichthys — molitrix), 6Gemoro amypa
(Ctenopharyngodon idella) (Chang et al., 1992). V Bunor pona Labeo GH Ttaxke
COJICPKUT TISATh IIUCTEMHOBBIX OCTATKOB B MOJIOKEHUSX, XapPAKTEPHBIX ISl APYTHUX
KaprmooOpa3HbIX pbIO, 3a ucKMoueHreM Labeo rohita, GH koroporo B pesynbrare
JeNenny TpEX aMUHOKHUCIIOT UMEET OTJIMYHOE OT APYruX BUa0B Labeo monoxenue
nucrenHoB (49, 120, 158, 175, 183) (Rajesh, Majumdar, 2007). ®yukuus
JOTIOJTHUTEIPHOTO IMCTEMHA HE HM3BECTHA, HO 3aMEHA JTOT0 aMHHOKHCIOTHOTO

OCTaTKa y KapHoBbIX pbI0O HAa ajlaHUH CHIKAET CPOJACTBO OEJIIKOBON MOJIEKYJIbI
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rOpMOHa K perentopy. Takke CYMTaeTCs, YTO OH BJIMSACT HA YKJIAJIKy OCITKOBOM
MOJIEKYJTBI M €€ Orosoruveckyro akruBHoOCTh (Rajesh, Majumdar, 2007).

WHTEepecHBIM SABJISICTCS pa3jindue MyIUITMIMPOBaHHBIX konwid GH mo umciy
IIUCTEHHOBBIX OCTATKOB Y BUJIOB KapIoOBBIX, cojepkaiiux a8a rena GH. Kiemente
¢ xkomuteramu (Clements et al., 2004) o6uapyxwnu 1Ba pa3nndHbix Bapuanta kJJHK
GH y manopotoro oyddaino (Ictiobus bubalus). Onun U3 HUX cOmepKUT YeThIpE
IIUCTEMHOBBIX OCTaTKa, a Apyroi BapuaHT GH MMeeT MONOJHHMTEIBHBIA OCTATOK
mucterHa (Clements et al., 2004), 9To XxapakTepHO U I APYTHX BUIOB CEMEHCTBA
UykyuanoBbie (Catostomidae) (Bart et al., 2010). JdymauiupoBannsie ko GH
3osoToi peiOKH (Carassius auratus) Take OTIMYAIOTCS IO YUCITY ITUCTCHHOBBIX
ocratkoB (Law et al., 1996). I1saTeIii ocTaTOK IUCTEHHA HalificH y Verasper moseri,
npezcraButens oTpsaaa Kambanoobpasusie (Pleuronectiformes), B monoxxennn 84
(52, 84, 160, 177, 185) (Peyush et al., 2000). B GH Ilaky (Piaractus
mesopotamicus, Characiformes) [goOmOJIHWTENbHBIH OCTATOK HAXOAWTCA B
nonoxxennn 113 (49, 113, 151, 168, 176) (Pinheiro et al., 2008). ITate ocTaTkoB
nucrenHa Haiaeno B GH coma (Pangasianodon hypophthalmus) (71, 135, 173,
190, 198) (Sekar et al., 2014). V nmococéBbix prid aBa GH comepxar mo 4ersipe
IIUCTEHHOBBIX ocrtatka (49, 161, 178, 186) (Rentier-Delrue et al., 1989; Devlin,
1993;).

HecMOTpst Ha BBICOKOE CXOJCTBO 3PEIBIX IMMOCIEIOBATEILHOCTEH TOPMOHAa,
CUTHAIIbHBIA TEHTHI MEHee KOHCEpBAaTHBEH. TaK, CUTHAIbHBIA MENTHA IaHIbl
OTJIMYACTCS OT CHUTHAJIBHOTO TMENTHIa KOIIEK U co0aK TpeMs aMHHOKHCIOTHBIMHU
3aMEHaMH, a OT CHTHAJBHOIO IENTHIa CBUHBM — MAThI0 octaTkamu (Liao et al.,
2003). Ilpu cpaBuennn tpéx BumoB nrtuil (Gallus gallus, Anas platyrhynchos,
Ficedula hypoleuca) curHanpHbIi menTH TaKXke OoJiee HW3MEHYHMB, YEM
nocie0BaTeIbHOCTh  3penioro  Oenka (Buggiotti et al., 2006). CpaBHenmue
U3BECTHBIX mocienoBaTenbHocTeii GH koctucThix puid mokaszamo, 9to N-
TEPMUHAIBHBIA KOHEIl, KOTOPBIA IpEACTaBI€H CHTHAIBLHBIM IIENTHAOM, OoJjee
U3MEHYMB I10 CPaBHEHHIO CO 3peibiM OeakoM u C-TepMHHAIBHBIM KOHIIOM.

YuacTok JUTMHOM 13 AMHHOKHUCJIOTHBIX OCTaTKOB Ha C-kxoHiie
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(CFKKDMHKVETYL) koHcepBaTHBEH y BCEX KOCTHUCTBHIX pbIO. BeposiTHO, OH
BaYKCH JIII B3aUMOJICHCTBHUS MOJICKYJIBI TOpMOHaA ¢ ero perentopom (Hew et al.,
1989; Venkatesh, Brenner, 1997). Ilpu cpaBHeHHH KapOOKCHJIBHOTO KOHIIA
monekyiasl GH panyxnoii dopenu (ot Asn-155 mo Arg-179) ¢ GH xpwicsl,
YeJoBeKa W ObIKa Tak)Ke OOHApy»XeHa BBICOKAs TOMOJIOTHS JTAHHOTO Yy4JacTKa —
76%, 64% u 72% cootBetcTBeHHO (Agellon, Chen, 1986).

Baraxuku ¢ xommeramm (Watahiki et al,, 1989), cpaBuuBas
nocienoBaTeabHOCTh GH kKamOasibl ¢ moCiie1oBaTeIbHOCTSIMU TOPMOHA POCTa U
IUTAIICHTAPHOTO  JIAKTOT'€Ha JIPYTUX BHJOB IO3BOHOYHBIX, OT PBIO [0
MJICKOTTUTAIONINX, BBIACTAI 37 KOHCEPBATHBHBIX aAMHHOKHCIOTHBIX OCTaTKa,
HeoOXoMuMbIX 111 pyHKImoHupoBanust GH. OTu octatku pacrnosaraiorcsi B MATH
obnactsix 6enkoBoi Mosekyibl (GD1-GDS). B obnactu GD1 conepxkurcs BoceMb
KOHCEpPBATUBHBIX OCTaTkoB, B GD2 — werbipe, B GD3 — cemb, B GD4 — nsth, B
GD5 — Tpunamauare octatkoB. GD1, GD2, GD3 u GD4 nomeHbl, Kak IojararT
aBTopel (Watahiki et al., 1989), orBercTBeHHBI 3a crieM()UICCKOE CBSA3BIBAHUE
GH, B To Bpems kak obiacts GDS5, pacnonoxxennas Ha C-TepMUHAILHOM KOHIIE,
BEpPOSITHO, YYacTByeT B (OpPMHpPOBAHMUM M cTabwimsanuu cTpyktypel GH.
Haubonpmee 3nauenune ans aktuBHocTH GH y kambansl nmerotr Arg-16, Leu-20,
His-21, Ala-24 (GD1); Ser-54 (GD2); Ser-78 (GD3); Leu-106, Leu-116 u Asp-122
(GD4) (Watahiki et al., 1989). Otu KoHCepBaTHBHBIC JOMEHBI ObLTH OOHAPYKEHBI
B GH coma Pangasianodon gigas (Lemaire et al., 1994). IIpu cpaBHEHUU IIeCTH
BU0B pojaa Labeo Bce BBISBICHHBIC aMUHOKHCIOTHBIC 3aMEHBI HE BXOIWJIH B
cocraB 3tux obaacteit (Rajesh, Majumdar, 2007).

Takum o0Opa3om, CTpPyKTypa TOpPMOHa pPOCTa pAa3JIMYHBIX  BHUJIOB
MO3BOHOYHBIX, OT MJICKOMHUTAIONINX JO PhIO, OY€Hb KOHCEPBATHBHA M CXOXa CO

CTPYKTYPOM F'OPMOHA POCTa YEJIOBEKA.
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1.5. I'en ropMoHa pocTa MO3BOHOYHBIX

Crpykrypa rera GH oueHb KOHCEpBAaTUBHA CPEIH IMO3BOHOYHBIX M OOBITHO
BKIIIOYaeT 5 9x30HOB ¥ 4 unTpoHa (Barta et al.,1981; Gordon et al., 1983; Byrne et
al., 1987; Vize, Wells, 1987; Das et al., 1996; Lioupis et al.,1999; Buggiotti et al.,
2006; Arai, ligo, 2010). I'paHumbl 5K30HOB M HHTPOHOB COOTBETCTBYIOT
KOHCEHCYCHBIM TMOCIIEAOBATEIbHOCTAM CalTOB CIUIAMCHHTA SyKapHOTHYECKHX
renoB (Breathnach, Chambon, 1981). MuTtpons! HaunHaioTes ¢ auHykiacotuga GT
Ha 5' KOHIIe U 3aKaHYMBAIOTCs quHYKIeoTHI0M AG Ha 3'KoHIIE.

I'en GH MiekonuTaOmuUX ¥ NTHII UMEET CXOAHYIO CTPYKTYPY U BKIIIOYAET S
9k30HOB U 4 unTpoHa (Barta et al.,1981; Gordon et al., 1983; Byrne et al., 1987;
Vize, Wells, 1987; Das et al., 1996; Lioupis et al.,1999; Buggiotti et al., 2006;
Arai, ligo, 2010). /IyimHa reHa ropMOHa pOCTa MIICKOITUTAIOIIMX COCTABIISAET OKOJIO
2 t..H. (Barta et al.,1981; Gordon et al., 1983; Byrne et al., 1987; Vize, Wells,
1987; Das et al., 1996; Lioupis et al., 1999), rem ropMoHa pocTa MTHII
3HauuTENIbHO OoJbIine. Pasmep renHoB GH MyXoJOBKH, KypHIIbl, YTKA COCTaBIISET
3,3, 3,5, 5,2 t.m.H. coorBercTBeHHo (Tanaka et al., 1992; Buggiotti et al., 2006;
Kansaku et al., 2008). Pasmep reHoB BapbuUpyeT B OCHOBHOM 3a CYET pa3HOM
JUIMHBl MHTPOHOB. Bapwamus pa3MepoB HHTPOHOB MPOMCXOAUT Kak 3a CUér
WHCEepUU/Ienenni, Tak U 3a CYET MPUCYTCTBUS TOBTOPSIOIMINXCS DJIEMEHTOB B
COCTaBE MHTPOHOB. BTOpOW WMHTPOH y KPBICHI 3HAUMTENIbHO JuinHHEee (718 mm.H.)
BTOpOro MHTpoHA TeHoB GH MpImu, Obika, cBUHBH, OBIBI (118, 227, 210, 231 m1.H.
COOTBETCTBCHHO) 3a CUET MPHCYTCTBHUS TPEX UIMHHBIX IMOBTOPOB, BXOISAIIMX B
coctaB cermenTa quHoi 508 m.H. (Barta et al., 1981). Ilepssiii uaTpon resa GH
YTKM TouTH B ABa pasza Oonbiie (1500 m.H.), yeM nepBblii UHTPOH KYpHULBI H
Myx0JIOBKH, 715 u 645 m.H. cooTBeTcTBeHHO (BUggiotti et al., 2006).

I'en ropmoHa pocra, Kak MpaBUIIO, IPEICTABICH B TEHOME MJICKOMTUTAIOIINX
v nTun oaHoi konmeit. Oqun ren GH Haiinen y kpoichl (Barta et al., 1981), mbimm
(Das et al., 1996), kponuka (Wallis, Wallis, 1995), ceunsu (Vize, Wells, 1987),

obika (Gordon et al., 1983). B Toxe Bpemst ecTh HCKItOUeHHs. Tak, TOPMOH pOCTa
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yenoBeka koaupyercss TeHoM NGH-N, KOTOphIii BXOJUT B COCTaB KJIacTepa T'€HOB
GH, cocrosimero u3 5 TECHO CBS3aHHBIX TEHOB. Takke Yy MaKak-pe3yc
CYIIECTBYIOT, IO MEHbILIEH Mepe, MATh 'eHOB, KOTOpbie KoaupytoT GH-nogoOHbIe
Oenku, oauH 3Kcnpeccupyercs B rumodusze u yetsipe B manente (Wallis et al.,
1998). [lBa ouenp mnoxoxux reHa GH ObumM HalfeHBl Yy TUNIONOTaMa
(Hippopotamus amphibius) u xupada (Giraffa camelopardalis), npeacraBurencii
orpsima KuromapaokombiTHbie — (Cetartiodactyla). Hecmorps Ha  Hammdwe
HYKJICOTHJIHBIX 3aME€H MEXAy AByMs komumsmMu reHa GH, y nByXx BHIIOB OHH
KOAMPYIOT uaeHTHuHbie Oenku (Maniou et al., 2004).

Hekotopeie xBaunble Takxke umeroT nBa reHa GH. Ha ocnoBe anamuza
nosiuMopdusMa IIUHBI pecTpuKIUOHHBIX (pparmenToB (RFLP), Bamunckuit c
coaBropamu (1990) ob6uapyxwmm nBa rena GH y oseun. Omgun ren (GH1)
MIPEACTABIICH OJHOW KOmMWed, B TO BpeMs Kak apyrod reH GH mymmnmpoBan
(GH2-N u GH2-Z rensi). I'enst GH1, GH2-N u GH2-Z oyenp noxoxu (Valinsky
et al.,1990). JIa Tuma ¢parmMeHTOB 0O0Hapyx)eHO mpu ucciaeaoBannu GH Ko3bI
[lepBbIii pparmeHT copepkUT oauH reH ropmona pocra (gGHI), a Bo BTOpoM
dbparmente Haiineno nBa rena GH, pacnonoxennsix B Tanaeme (gGH2 u gGH3)
(Yamano et al., 1991). Manesrit onenék, nwin kanumiab (Tragulus javanicus) taxke
umeeT ase kornuu rena GH (Wallis, Wallis, 2001).

Jlse xomum rTema GH  HalimeHsl y  mpeacTaBUTENed  oTpsaa
Bopo6suHooOpa3ubie (Passeriformes), 3eOpoBoii amMajvHBI W OOJIBIICKITIOBOM
sBoponbl (Yuri et al., 2008; Arai, ligo, 2010). HUuarepecno, yro asa rena GH
3e0pOBOl aMaJWHBI pacmojaralTcs Ha pas3HbeiXx Xxpomocomax. l'em GHIA
pacrmoioskeH Ha xpomocome 1, a GH1B — na xpomocome 27 (Arai, ligo, 2010).

I'en ropMoHa pocta psIO 001a1aeT 60JIee BBICOKUM YPOBHEM HU3MEHUHMBOCTH,
no cpaBHeHHMIO ¢ TreHamMu GH wmitekonmmrarommx u nrum. Pasmep mepBHYHBIX
TPaHCKPUTITOB BapbupyeT oT 1,7 no 4 T.m.H. Bapuamus pazmepos reHoB GH taxxke
MPOUCXOIUT 3a CYET NPUCYTCTBUS HMHCEPIUN/IENEeIU W TMOBTOPSIOIINXCS
AJIEMEHTOB B cOCTaBe MHTpOHOB. Tak, y pbiObl (yry ObUIM HaWAEHBI

terpanykiieoTuiHbId MOBTOp (CTGT)ys u Tpunykiieotuubiii moBTop (GAT)79 BO
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BTOPOM M IsATOM HMHTpoHax coorBercTBeHHO (Venkatesh, Brenner, 1997). Bonee
KOPOTKHH IOCJICIHUIN CaTeUTUT Tak)Ke HalJeH B IATOM MHTpoHe Trianuu (Ber,
Daniel, 1992), xkam6ainsl (Tanaka et al., 1995), 6appamynau (Yowe, Epping, 1995)
U, BEpOsTHO, nipucyTcTBoBa) B GH 0611ero npeaka otpsinos MrinobproxooOpas3Hbie
(Tetraodontiformes), Kamobanoo6pasusie(Pleuronectiformes) u OxyHeoOpasHbie
(Perciformes) (Venkatesh, Brenner, 1997). Pasmep rena GH 1ykooOpa3HbIX pbIO
(Esociformes) Bapeupyer 3a CY€T NPHUCYTCTBHS B YETBEPTOM HUHTPOHE 33-
HYKJIEOTHJIHOTO TOBTOpA, KOJIMYECTBO KOTOPOro Kojeodsuercs oT 7 a0 16 xonui.
JlanHasi MUKpOCATeUIUTHAs IOCJIEAOBATENbHOCTh TaKKe MPUCYTCTBYET B
enuHnYHOU Komuu B TeHe GH nococéBbix pri0, v HE OOHApYyKeHa y APYTUX BUIOB
no3BoHouHbIX (Barnett et al.,, 2007). B cnyuae BumoB poma Labeo Bapuarius
pasmepoB reHoB GH Bo3HMKaeT ckopee Onarojaps MPUCYTCTBUIO JENEHUN, YeM
noBTopsonuxcs meMmentoB (Rajesh, Majumdar, 2007).

VY pazsbix BuAoB peiO cTpykrypa reHa GH takxe ornuuaercs. ['en GH
kapnoBeix peI0 (Cypriniformes), momoono reny GH miiekonmuTaromux W ITHIIL,
COCTOMT U3 IISTH 3K30HOB M 4eThipéx muTpoHoB (Chiou et al., 1990; Zhu et al.,
1992; Hong, Schartl, 1993; Rajesh, Majumdar, 2007; Panicz et al., 2012). Onnako
WHTPOHBI M HETpaHcIupyemble obmacTu reHa GH kapmoBbIX pei0 3HAYUTEIHHO
muHHee.  3'-HeTpaHciaupyemas obOnacte reHa GH  Genoro  ToncronoOuka
(Hypophthalmichthus ~ molitrix) Oonbme, uem 3'-o0macte remoB GH
miekonutaromux v orur (500 mH. y peio, 100 m.H. y MIEKONHMTAIOMIMX U
KYPHIIBI).

['en ropmona pocta comooOpasHbeix pwi0 (Siluriformes) moxox wa GH
KaproBbIX M COACPIKUT MSATh SK30HOB M ueThipe mHTpoHa (Anathy et al., 2001;
Sekar et al., 2014). AmuHokucioTHas mociexoBaTeabHocTh GH rurantckoro
ms0oBoro coma (Pangasianodon gigas) va 80% uaentuuna GH xapna (Lemaire
etal., 1994).

Hpyrue rensl GH pbIO, u3ydeHHbIE 10 CUX MOP, COCTOST U3 6 dK30HOB U 5
UHTPOHOB. Takyr0 CTPyKTypy HMeEET TeH TOpPMOHA pOCTa HWJIBCKOW THJIAIHH

(Tilapia nilotica) u Gombimoro xéntoro rtoposuIst (Pseudosciaena crocea),
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npeacraButenein orpsaa OkyneoOpasusie (Perciformes) (Ber, Daniel, 1992; Chen
et al., 2004). T'em GH asmarckoro mapamuxta (Paralichthys olivaceus),
npeactaButenss orpsga KamOamooOpasusie (Pleuronectiformes), 6yporo ¢yry
(Fugu rubripes), peICTaBUTEIIS oTpsaa Hrno0proxoo0pasHbie
(Tetraodontiformes), u w3ydeHHBIE BHIBI JIOCOCEBBIX PBHIO TAKKE COIACPKHT 6
sk30H0B U 5 untpoHoB (Agellon et al., 1988; Tanaka et al., 1995; Venkatesh,
Brenner, 1997). T'en GH nanHo#i rpymmel pei0 oTimuaercs ot reHa GH
MJICKOMTUTAIONINX HAJIMYUEM JIONOJHHUTEIBHOTO WHTPOHA, KOTOPBIH, pa3pbiBas
IATBIA DK30H, MPUBOJUT K 00pa30BaHUIO ele oaHoro 3k30Ha (3x30H VI) (Almuly
et al., 2000). CpaBaurenbHbIi ananu3 reHoB GH pamykHoii openu U denoBeka
MOKa3all, YTO TEpPBbIE YETHIPEe IK30Ha OOOMX TEHOB KOJHPYIOT OIHU U T€ XKe
obmactu. Ilareiii 5k30H reHa GH denoBeka SKBUBAJICHTEH ISITOMY W IIECTOMY
sk3oHaM reHa GH ¢openu (Chen T.T. et al., 1989).

Hanwuue wnm orcyrcTBHe maToro mHTpoHa B reHax GH peid Bo MHOTrHMX
WCCIICIOBAaHMSIX MCIOJB3YEeTCS JUIA yCTaHOBJICHHS pojctBa BuuoB (Agellon et al.,
1988; Venkatesh, Brenner, 1997). Benkarem u bpenep (Venkatesh, Brenner,
1997) pa3nensroT KOCTHCTBIX pbI0 Ha JBe TpyIisl. [lepBas rpymma pei0, K KOTOpPOit
oTHOCATCS wieHbl HamoTpsaa Ostariophysi (KocTHomy3bIpHBIE), UMEIOT YeThIpE
untpona. ['en GH BTopoii rpymmsl, BKItoUaromied Haagotpsasl Protacanthopterygii
(ITporonyueniepeie) u  Acanthopterygii  (Komouenéprie), COICPKHUT  TSATh
UHTPOHOB. CXOJHBIE pe3yiabTarThl nodyumwiu Pamkxemr m Mamxymaap (Rajesh,
Majumdar, 2007). Wcnons3yst komupyromue obmactu (kJIHK) GH pasmuunbix
BUJIOB PBIO, OHU TIOKA3aJU, YTO BUJIBI, UMEIOIIHE OJIMHAKOBOE KOJUYECTBO IK30HOB
u uHTpoHOB B TeHe GH, kiacrepm3yroTcs BMecTe. Buapl, mpencTaBisroIime
orpsaael  JlococeoOpas3Hbie (Protacanthopterygii), OxyHeoOpa3Hble U
KambanooOpasusie (Acanthopterygii), rpynmupoBainch OTACILHO OT BHJIOB
otpsnoB Kaproodpasusie u Como0pasnsie (Ostariophysi).

[Tateiit uaTpOoH Tena GH oOmiero npenka HagoTpsaoB Protacanthopterygii u
Acanthopterygii ym6o Obul TpUOOpPEeTEéH TMOCNe OTACICHHS OT HAAOTPsAAA

Ostariophysi, 1100 HW3HAYaIBHO CYIIECTBOBAJI y OOIINEro Mpeaka, HO 3aTeM ObLI
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yTpaueH B JIMHUM, JaBlied Hadaso Hamotpsay Ostariophysi u derBepoHOrHM
(Venkatesh, Brenner, 1997). I'uniote3y, 4To BBEJCHHE MATOr0 MHTpOoHA B reH GH
phI0 TPOU3OILLIO TMOCHIE PACXOXKACHHUS PhI0O W UYETBEPOHOTHX, MOJACP>KUBACT
ananu3 rena GH tunanuu. ['eH ropMoHa pocTa THJIANUU — OJJUH U3 HAUMEHBIIINUX
reHoB GH, ompenenénnbix B Hacrosiiee Bpems y pbio (okoio 1,7 K6). Omnako
CTPYKTypa 3TOTO T€Ha aHajoruyHa kpynHeimuMm reHam GH u BkiIro4aeT mecTtb
DK30HOB W IISITh MHTPOHOB. TakuMm o0pa3oM, THIIANHUS, BEPOSTHO, MPEICTABISCT
IPOMEXKYTOUHYFO cTaauto sBoronnu reHoB GH prei6 (Ber, Daniel, 1992).

SIHr ¢ coaBTOpamu, BeIACHAOT Tpu Tha rena GH peio (Yang et al., 1997).
[Tepsorit Tum resa GH peI0 cx0k ¢ TEHaAMH TOPMOHA POCTa MIICKOTHTAIONTUX U
NTHUI, KOTOPbIE HE COJEPKaT MAThIA MHTPOH. DTOT Tun reHa GH cpoiicTBeHeH
BHJaM KaprooOpa3HbiX U comooOpa3usix peid (Chiou et al., 1990; Zhu et al., 1992;
Hong, Schartl, 1993; Lemaire et al., 1994; Rajesh, Majumdar, 2007; Panicz et al.,
2012). T'ensr GH BTOpOro THIa COAEpKAT HEOONBIIONW MATHIA WHTPOH JUIMHOW
okos10 70—-100 m.H. Trmanus, a3MaTCKUM MAapaIuXT U KEATOXBOCT UMEIOT ATOT THII
rerna GH (Ber, Daniel, 1992; Tanaka et al., 1995). Tperuii tun rena GH comepxxur
oonpimol mnATeii MHTpoOH, 200-600 m.H. Takyio crpyktypy rena GH wumeror
nococéseie peiObI (Agellon et al., 1988; Johansen et al., 1989; Devlin, 1993; Du et
al., 1993).

B reHome MHOTHX HCClIeTOBaHHBIX BUIOB pei0 TeH GH mpencraBiien aByms
HECBSI3aHHBIMU (YHKIIMOHATBHBIME TapaiorudabiMu reHamu, GH1 u GH2. [IBa
rena GH oOnapyxeno y Tilapia nilotica (Perciformes). Iee komuu rena GH
TUJIATTUU BBICOKO TOMOJIOTHMYHBI, UMEIOT aHAJIOTUYHYIO CTPYKTYPY (5 MHTPOHOB, 6
9K30HOB), U 00€ KOIUPYIOT uaeHTUuHbIH noiunentun (Ber, Daniel, 1993). Cpenu
KaproBbIX pei0 nBa reHa GH mpucyTcTByrOT y Kapma, 30J0TONW PHIOKH My BHJIOB
cemeiictBa Uykyuanoswie (Catostomidae) (Law et al., 1996; Bart et al., 2010).
OpHako y HEKOTOpBIX KapmoBbix TeH GH Haiinen B eauHCTBeHHOU Kommu. Tak
OJIMH TeH OOHapyXeH B TeHOME OeJloro amypa, KOTOpHIH, B OTJIMYHME OT Kapra U

YyKy4aHOBBIX PbIO, siBisieTcs murutonaabiM (Zhu et al., 1992), a takke y 6emoro
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tosictonoduka (Hong, Schartl, 1993) u y Bunos poxa Labeo (Rajesh, Majumdar,
2007).

VY 10c0CEBBIX PBIO T'eH TOPMOHA POCTa TAKXKE MPEICTABICH IBYMS KOIUSIMHU.
JlBa rena GH Obutn uaentudunupoBansl B reHoMme ketbl (Oncorhynchus keta),
panyxnoi dopenu (Oncorhynchus mykiss), aepku (Oncorhynchus nerka), gaBbram
(Oncorhynchus tshawytscha), kmxyda (Oncorhynchus Kisutch), atmantnueckoro
aococs (Salmo salar) (Agellon, Chen, 1986; Kawauchi et al., 1986; Agellon et al.,
1988; Johansen et al., 1989; Rentier-Delrue et al., 1989; Male et al., 1992; Devlin,
1993; Du et al., 1993; Forbes et al., 1994; McKay et al., 1996).

Pasmep renoB GH nococéBbix coctaBisier ~ 4 T.IL.H., YTO TIOYTH B JBa pasa
oonpmie reHa GH wmnexkonurarommx. Paszuunia B nnuHe mexnay reHamu GH
JOCOCEBBIX M MIICKONUTAIOMIUX BO3HUKAEeT 3a cuér mpucyrctBus B rene GH
JIOCOCEBBIX JIOMOJIHUTEILHOTO WHTPOHA, a TAaKXKe 3a CUYET YBEIWUYCHHUS OOIIETO
pasMepa HHTPOHOB W HETpPaHCIUpyeMOH o0iiacTd, KoTopas modtu B 4 pasa
oonbie, yeM y miekonutaromux (Chen T.T. et al., 1989, Johansen et al., 1989).

Pasmep renoB GH ornuyaercs kak y pasHbIX BUIOB JIOCOCEBBIX, TaK H
Mexay nByms konusiMu GH ogHOro BHIa, W Takke BO3HMKAET 3a CUET pa3HOU
JUTMHBI HHTPOHOB. Y THX0OKeaHCKux Jiococed (Oncorhynchus) nsrteiit uatpon (E)
B reie GHI namuoro Oosbire (~600 m.H.), yem B rene GH2 (~200-250 m.H.).
HNutpon C B renax GH1 TuxookeaHCKOTO M aTIaHTHYECKOTO JIOCOCS OOJbIle
(~700-800 m.H.), uem uaTpoH C B renax GH2 (~450-500 n.u.) (Male et al., 1992;
Yang et al., 1997). /Inuna rena GH1 nepku cocrasiser 4138 m.H., a rena GH2 —
3440 m.H. Paznuume B UIMHE BO3HWKACT W3-3a BCTABOK/IENEIUN, KOTOPHIE
NPUCYTCTBYIOT BO BCEX, KpoMme BToporo, uHTpoHax (Delvin, 1993).

CrtpykTypa rena nsyx konuit GH 1ococ€Bbix cxomHa U BKIIIO4aeT 6 SK30HOB
U 5 wHTpOoHOB. BCe  WMHTPOH-3K30HHBIC  TpPaHUIBI  (PITAHKUPOBAHBI
COOTBETCTBYIOIIUMH  KOHCEHCYCHbIMH  mocienoBarenbHocTsiMu  (GT/AG).
Komupyromue o007acTH ABYX T'EHOB BBICOKO KOHCEPBATHBHBI. Pasmep 3K30HOB
UJIEHTUYEH Y JIBYX T€HOB Y BCEX BHUJIOB JIOCOCEBBIX U cocTamisieT /4 m.H., 140 m.H.,

117 nH., 156 nH., 147 nH. 1 63 mH. 719 1-6 PK30HOB COOTBETCTBEHHO.
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Hexomupyromue wu  daankupyoomnme obnactu aByx reHoB GH  wmeHnee
KOHCEPBATHUBHBI U BKIIOUAIOT MHOTO HYKJICOTHIHBIX 3aMEH, JIETICIIUN U HHCEPIIUH,
4TO YKa3blBaeT Ha HE3aBUCHUMYIO OJBOJIOIHMIO JIByX TEHOB B TCUCHHUE
3HauYMTENbHOTO TIepuoaa BpeMenu. ['ensl GH1 u GH2 panyxHoi ¢openu umeror
78,6% wu 89,2% romomoruu B 3' W S'-HeTpaHCIHpPYeMBIX 00JaCTIX
COOTBETCTBEHHO, MO cpaBHEHHIO ¢ 96,8% romonoruu B KOIUPYIOMIMX 00JACTSIX
(Chen T.T. et al., 1989). Ananu3 renoB GH Hepku Mmokasall, 4TO HEKOIUPYIOIIHE
o0nacTd JIByX TEHOB CYIIECTBEHHO OTJIMYAIOTCS, BEPOATHO, BCJEICTBUE
HEOOJIBIIIOTO TEHETUYECKOTO OOMEHa MEXIy ABYMs TeHaMu. J|MBepreHIrsl TCHOB
GH1 u GH2 mepku cocraBmser 5,2% wu 18,1% nmng xomaupyomux u
HEKOJUPYIOIIUX TOCIEOBATEIbHOCTEH COOTBETCTBEHHO. JTO COrjacyercs ¢
npeanojoxkenueM, yto nBa reHa GH pacronarairoTcss Ha pasHBIX XpOMOCOMax
(Devlin, 1993). /e xomuu GH omimyarorcs crom-komoHoMm. B renme GHI1
pamgykHol Qopenu cTon-KoAoH mpencrapieH Tpurietom TAG, a B rene GH2 —
TAA (Rentier-Delrue et al., 1989).

HccnenoBanue reHa ropMoHa pocta y paayxkHoi ¢openu (Yang et al., 1997)
nokasajno, yto reubl GH1 u GH2 HepaBHOMEpHO 3KCIIpeccUpyroTcs B rumnoduse
pBIO pa3HOrO ToJa M Ha pa3HbIX cragusx pa3Butusa. YpoBeHb MPHK GH1 6bin
3ameTHO Bbiie, yeM ypoBeHb MPHK GH2 y 10-mHEeBHBIX ManbKOB U 2-JETHHX
camok. OHaKO 9Ta pa3HHIA HE ObLIa OYEBHIHOM IJIsi CAaMIIOB TOTO K€ BO3pacTa.
bonee BwIcOKmit ypoBeHBb 3kcmpeccun GH1 y camMok aBTOpBI CBSI3BIBAIOT C
npucyrctBreM B reHe GH1 sctporen-uysctButenbHoro snementa (ERE), kotopsiii
orcyrctByeT B rene GH2 (Yang et al., 1997). ®yHKkunOHATBHBIX pa3IHduil MEKIY
konusmu GH moka He BBISIBICHO.

B 1o ke Bpemsi Obui0 OOHapykeHo, uto reH GHZ y kmxyda ¥ 4yaBBIYH
HaxoAuTcs B mosioBoi Y- xpomocome (Forbes et al., 1994). B nanpHefiem ObLI0
MOKa3aHo, YTO B 3TOW XPOMOCOME B JEHCTBUTEIHLHOCTH HAXOAMTCS TICEBIOTCH
ropmoHa pocra (GHY). PesympraThl mokaszaiu, 4To NaHHBIH T€H HE SBISETCS
(GYHKIIMOHATIBHBIM M, BEPOATHO, mpoucxoaut oT reHa GH2. JlokaszarenscTBOM

HedyuknuonansHocT reHa GHY, sBisieTcss Hanmuume Jenenuu U CTOIM-KOJ0Ha B
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MSTOM 3K30HE W HEMPaBUJILHOTO CaiiTa CIUTAMCUHIA Ha TPaHUIIE MEPBOr0 MHTPOHA
U BTOpOro 3k3oHa. Mnentudukanus rena GHY Tonpko y camIioB gaa OCHOBaHHE
roJjiaraTh, 4TO OH CICTUICH C TOJIOM M pacroyiokeH Ha Y-xpomocome (Du et al.,
1993).

5'-pmankupyromuii peruoH  TeHa GH  TMO3BOHOYHBIX  COJEPIKHT
KOHCEHCYCHBIe TocienoBaTeabHOCTH TATA OOKCOB M MHOTOYMCIICHHBIE CANThI
CBSI3BIBaHUS TPAHCKPHITIIMOHHBIX PakTOpoB, Takux kak Pit-1, CRE, ERE u np.

Pit-1 — TpaHCckpunuoHHBI (akTop mepemHed nomm rTunodmusa. bwuIo
MOKa3aHo, YTO [Jsi aKTHBalUMU TpaHckpuniuu reHa GH wiekonurarommx
HeoOxomuMmo  B3ammojeiictBue Pit-1  ¢aktopa ¢ AByMS IUC-3JIEMEHTaMH
npomotopa (Rhodes, Rosenfeld, 1996). B npomotope rena GH kypuipl Takxe
BbIsIBJICHO JBa cairta Pit-1 (Ip et al., 2004). B ormiuyre OT MJICKONUTAIOIINX U
ntur, npomorop reHa GH pel0 comepkuT Oosbinee KoiaudectBo Pit-1-
CBA3BIBAIOIIMX caiToB. Y Sparus aurata HaiigeHo paBa cairta Pit-1 B
IPOKCUMAIILHOW YaCTH, U HECKOJIBKO TPE/IoiaraeMbIx caiToB Pit-1 B auctanbHOM
gactu npomortopa (Almuly et al., 2005). [TpomoTop pamykHO# hopesin ConepKuT,
1o KpaitHel Mmepe, deThipe Takux 3iaemenrta (Yamada et al., 1993; Yang et al.,
1997). Heckonbko caiiToB cBsizbiBaHus Pit-1 BeisBieHo B renax GH mococs wu
gyaerun (Von Schalburg et al., 2008).

Onementsl CRE (TAM®-0TBEeTHBIC 2JIEMEHTHI) MJICKOITUTAIOIINX COJIEPIKAT
6o  cummetpuuHbld  (manmuHapomublii)  TGACGTCA  ywactok, 1o
accumetpuunblii TGACG motuB. Tak miuss ntAM® aktuBanuu rena GH denoBeka
HeoOxoaumo Hanmuue AByx | GACG motuBor (Cohen et al., 1999). Cpenu pbio
TpU  HemanuHApoMHBIX  mocienoBatenbHoctd CRE  (CGTCA)  Obuim
UICHTU(HUIIMPOBAHBI 10 Beel muHe 5' obmactu rena GH Sparus aurata (Almuly
et al., 2005). B renax GH jiococé€Bbix pbI0 Takke HalJIeH acCUMETpUYHbINH TAMD-
anemeHT (Argenton et al., 1996; Yang et al., 1997; Von Schalburg et al., 2008).

OctporeH-uyBcTBUTENbHBIN AeMeHT (ERE) HaiiieH ToJbKO B OJIHON KOMHH
rena GH. ¥V ¢opemun ERE oonapy»xen B rene GH1 (Yang et al., 1997). V nococs u

yaBbluM, HaoOopot, ERE Haiinen B nmpomortope rena GH2 (Von Schalburg et al.,
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2008). PaznruHOe MOJIOKEHUE PETYIATOPHBIX 3JICMEHTOB MPE/IOJIAraeT, YTO TeHbI
GHI u GH2 perynupyrorcs pasHbIMHA CITOCOOAMH W, BEPOSITHO, OTIUYAIOTCS 10
BBIMOJIHAEMBIM (YHKIASIM HIIM SKCIIPECCUPYIOTCS HA Pa3HBIX CTaUSAX PAa3BUTHS
aococéBeix (Von Schalburg et al., 2008).

Perynaropusle y4acTKH JUIsS TPAHCKPHUIIIMOHHBIX (DAKTOPOB  TaKXKE
NPUCYTCTBYIOT B HMHTPOHHBIX  MOCHeAoBaTelbHOCTAX Tena GH.  3ro
CBHJCTEJIBCTBYET O TOM, 4TO OJKcmpeccuss reHa GH perynaupyercs myTém
B3aUMOJICHCTBHSI C PETYISATOPHBIMH JJIEMEHTAMH, HAXOAIIMMHUCS B COCTaBe
CIUHUIIBI  TPAHCKPHUIIIIHH. Pasnoe KOJINYECTBO Pit-1-cBsi3pIBaroIux
MOCIIeIOBATEILHOCTEH HaWIeHO B TpeTheM HHTpoHe reHa GH y pasHbix BuaOB
pona Labeo (Rajesh, Majumdar, 2007). bepHapauuu ¢ KojuieraMu OOHApPY KUK
caiitel Pit-1 B TpeThem uHTpoHE paayxHoi (openu (Bernardini et al., 1999).
[Mamuaapomusii CRE-snemenT Haiimen B detBépToM mHTpoHe GH 1ococs u
yapbrun (Von Schalburg et al., 2008). B 5'-duankupyromux 001acTax ¥ HHTPOHAX
reroB GH 110cocéBbIx Takke MPUCYTCTBYIOT KOHCEHCYCHBIC MOCIICIOBATEILHOCTH,
POJICTBCHHBIC PETYJIATOPHBIM 3JIEMEHTaM THPEOUJIHOTO TOPMOHA, PETHHOCBOM

KHCJIOTHI, IPOreCTEepOHa, TIIIOKOKOpTHKOoUIHOTO TopMona (Yang et al., 1997; Von

Schalburg et al., 2008).

1.6. JBoJIIOLIMA TeHA TOPMOHA POCTA NMO3BOHOYHBIX

Cxopoctb 3BONIOIIMU TocaenoBaTenbHocTed GH ornmuaroTcss y pasHbIxX
IPYII MO3BOHOYHBIX.

[TocnenoBaTenbHOCT ~ TOPMOHAa  pOCTa  MJIGKONMUTAIONIUX  OYEHb
koHcepBaTuBHa (Santome et al., 1973; Shoji et al., 1990; Castro-Peralta, Barrera-
Saldana, 1995; Liao et al., 2003). ITocnenoBarensHoct GH cBUHBM U coOakw,
KOTOpbIE TMPEJACTABISIIOT JBAa pPa3HbIX OTpsiia IUIALICHTAPHBIX, MOJHOCTHIO
UJIEHTUYHBI. DTH MOCJIEA0BATEILHOCTH OUeHb cX0o/Hbl ¢ GH nomanu, kurta, ciioHa
(He Oonee 4 aMHHOKHCIOTHBIX 3aMEH) W JIMIIb HE3HAYUTEIBHO OTINYACTCS OT

nocienoBatenbHocTt GH kponmmka wimu rpei3yHOB (7—10 aMHHOKHCIOTHBIX
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3ameH). KoHceHcycHass — TOCIIeOBaTENbHOCTh,  OCHOBaHHasi  Ha  3THUX
KOHCEPBATUBHBIX MocienoBatenbHocTssx GH, coBmagaeT ¢ mocneaoBaTeIbHOCTHIO
GH cBuHbH, KOTOpast, BEPOSATHO, UJICHTUYHA TTPEAKOBOM nocneaoBaTenbHoctn GH
IIalleHTapHbIX MIleKomuTarommx. W3 3Toro cieayer, 4ro Ha NPOTHKEHUU
OoJbIlIel 4acTH IBOJIIOLMHU TUTALIEHTAPHBIX, CKOPOCTh 3Boonuu GH Obuta oueHb
memtennoi (0,21-0,28 x 10° aMHHOKHCIOTHBIX 3aMEH Ha CaiiT B ron) (Wallis,
1994, 1996; Wallis, Wallis, 2001).

Tem ©He wMenee, ckopocTh HBomonnu GH MiIeKkonmUTaOMUX 3aMETHO
yBenuuuBasachk (B 25-50 pa3), mo kpaitHeld mepe, B JBYX CilydasX — BO BpeMs
spomonn  npuMmaTtoB (Primates) wm kuronapHokonbITHRIX (Cetartiodactyla).
CKOpOCTh yBEJIMUYMBAJIACh HA OTHOCUTEJIBHO KOPOTKOM HWHTEpBaje BPEMEHH, a
3aTeM CHWXajidach JO 0a30BOM  CKOPOCTH, XapakTEepHOW Jid  JAPYTHUX
miekonutaromux (Forsyth, Wallis, 2002; Maniou et al., 2004).

VY KUTONMapHOKOMBITHBIX ycKopeHue 3Bojitonnu GH mpowusonuio B JUHUH,
BEIyIICH K KBAYHBIM KUBOTHBIM (ITOCJIC JTUBEPTCHIINH KBAYHBIX U MO30JICHOTHUX,
HO N0 JuBepreHIu ko3bl u Obika). [locinemoBarensHoctu GH a3ToM Tpymmbl
KUBOTHBIX HMEIOT OOJbIIOE CXOJCTBO U CYIIECTBEHHO OTJIMYAIOTCS OT
npenonaraeMoi mpenkoBoi nocienoarenbHoct GH mmanentapubix (Lioupis et
al., 1997). Ckopocts sBomormu GH B stor mepmox cocrasmra 5,0 x 107
AMUHOKHCIIOTHBIX 3aMeH Ha calT B roa. C apyroi CTOpOHBI, MOCIIEI0BATEIFHOCTH
GH nByx Japyrux TIpeACTaBUTENCH KHUTOMAPHOKOIMBITHBIX, BeEpOIIOIa W
TUMIONOTaMa, OYeHb CXO0XH ¢ TocienoBatenbHocThio GH  cBuHBH. DITO
MOATBEP)KIAET, YTO B TeUYeHHWe Oojpimero mepuoga Bpemennm  GH
KUTOTMAPHOKOTBITHBIX 3BOJIIOIIMOHUPOBAI C MEIIJICHHOM 6a30B0il ckopocTh (0,25 X
10°aMHHOKHCIOTHBIX 3aMeH Ha caift B rox) (Maniou et al., 2004). B nuuuu
IpPUMATOB BCIUIECK ObicTpoil dBomormu GH mpom3omén 1m0 pacxoxaeHus
IIMPOKOHOCKIX M y3KkoHOChIX 00e3bsiH (AdKins et al, 2001; Wallis et al, 2001).
Ckopocth sBomormn GH mpumaroB B sToT mepwox cocramma 10,8 x 107

aMUHOKHMCIIOTHBIX 3aMelleHuit Ha cait B roxa (Lioupis et al.,1997; Wallis et al.,
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2001; Ye et al., 2005). Y rpei3yHoB cKopocTh 3BOjtoiud GH B ompenencHHbIe
TIEPHUO/IBI, BO3MOXKHO, TAaK)Ke ClIerka yBennuauBayiach (B 2—3 pasa) (Wallis, 1996).

YBenudeHne CKOPOCTH ABOJIIOIMHA aMUHOKHUCIIOTHBIX MTOCIIEIOBATEIbHOCTEH
GH wmoro ObITh pe3ynbTaToM MO0 aJalTUBHBIX U3MEHEHHUI B OTBET Ha JICHCTBHE
MOJIOKHUTEIIBHOTO ~ 0TOOpa, MO0  MPOM3OIUIO  BCIEICTBHE  OCIIA0JICHUS
OUMIIAIEro oréopa wu3-3a morepu GyHKIUH. COOTHOIICHHE KOJIHYECTBA
HECMHOHUMHUYHBIX 3aMEH K KOJMYECTBY CHHOHMMUYHBIX 3ameH (CdN/dS),
NPUXOJANIMXCS HAa CalWT, YacTO WCIOJB3yeTCS IS ONPEACIICHUS CHIIBI U
HarnpasieHus otoopa. AN/AS = 1 xapakTepusyeT 3BONIOIMOHHYIO HEHTPAIbHOCTD,
dN/dS > 1 — monoxwutenbHblii 0TO0p, a AN/AS < 1 — orpunarenbHbI 0TOOD.
OOBIYHO CKOPOCTh CHHOHMMHYHBIX 3aMEH HAMHOTO BHIIIE, YeM CKOPOCTh
HecuHOHMMUYHBIX 3ameH (AN/AS < 1). Jlns mepuonma OwicTpoii sBosmonuu GH
kutonapHokonbITHEIX ON/JS Bemmumna cocraBmia 1,23 (Maniou et al., 2004), a
s GH mpumaros — 1,26 (Wallis et al., 2001).

HaunbGonee  BeposiTHO, UYTO  yBEIMYEHUE  CKOPOCTH  OOBACHSETCA
TIOJIOKUTETBHBIM OTOOPOM, CBSI3aHHBIM C (DYHKIIMOHAIBHBIMH U3MEHEHUSIMH, TaK
KaK HHMKaKHX JO0Ka3aTelIbCTB MOTEepU (PYHKIMU HE Obuto oOHapyxkeno, u GH
KBAYHBIX M IMPUMATOB COXPAHSACT CTHMYJIHMPYIOIIYIO POCT aKTHBHOCTh. Kpome
TOr0, CKOpOCTh 3BotonMK U AN/JS BennumHa mocie nepuo/ia ObICTPO YBOJIOIUH
BO3BpaIamTcs k Hu3kuM 0a3oBbiM 3HaueHusM (Wallis et al., 2001; Maniou et al.,
2004).

BricTpas IBOJTIOLINSA, HaOJr01aeMast TUTST aAMUHOKHCIIOTHBIX
nocienoBareabHocTeii GH mpuMaToB W KUTONMAPHOKONBITHBIX, IMO-BHIAMNMOMY,
SBIIICTCS.  CHCHM(UYHON 1O OTHOIICHHIO K HECHHOHUMHUYHBIM  CalTaMm
TIOCJICI0BATEIIHLHOCTH 3pENioro Oenka. AHaJIM3 TIOCIIeI0BATEIbHOCTEH CUTHAILHOTO
MenTHaa, HUHTPOHOB, D' U 3'-HETpaHCIUPYEMBIX o0jacTel He OOHAPYXKUII
yBenuuenus ckopoctu sBosrormu (Wallis, Wallis, 2001; Wallis et al., 2001;
Maniou et al., 2004).

Bo Bpems »sBomonmu mpuMaTtoB aymiukanpd reHa GH npuBenn k

IMOABJICHHUIO KJIACTCPa I'CHOB H ceMelcTBa 6CJ'IKOB, OOJILIITMHCTBO M3 KOTOPBIX
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skcmpeccupyercs B mianeHte (Chen E.Y. et al., 1989). CxoactBo reHoB Kiacrepa
yKa3bIBa€T HA TO, YTO MYIUIMKAIIMU TEHOB IPOU3OILIN MOCJE Mmepruoaa ObICTPOi
sBomoruu (Wallis, 1996). [l oObsicHeHus yBenuueHusi ckopoctu 3Bodtornu GH
IPUMAaTOB OBbLI MPEIOKEeH MexaHu3Mm — "pasnaencHus ¢ynkuui” (Wallis, 1997),
cormacHo kotopomy GH, kK cBoeil OCHOBHOW (YHKIHH (CTUMYJSIUS POCTA),
OPUHSUT  BTOPYIO  JOTIOJHUTENbHYIO  (DYHKIIMIO, BEPOATHO, CBSI3aHHYIO C
METa0OMYECKUM  JCHCTBMEM WJIM  B3aWUMOJEHCTBUEM C  JIAKTOTCHOBBIMU
perenTopaMu. ITO MPUBEIIO KO MHOTUM aIallTUBHBIM 3aMeHaM B Oernke. JaBiieHue
oTOOpa Ha TeH B JTOM cHUTyalMu ObUIO OBl CHIKEHO Ojarojapsi MOSBIICHUIO
JTonoJIHUTENbHOU konuu reHa GH, koTopas moria Obl IpUHUMATh Ha ce0s1 BTOPYIO
(GYHKIINIO, OCTaBIIsIA UCXOJIHOMY T€HY TOJIBKO OCHOBHYIO (DYHKITHUIO — PETYIISIIUIO
pocta. DTo corjlacyercs C curyanumen, HaOmogaemorr B GH mpumaros, e
BO3BpamieHue ckopoctu dBomonmu GH k 06a30BoMy ypOBHIO MPOH3OIILIO
IPUMEPHO B TO e BpeMsi, uTo u aymiukarmu renos (Wallis et al., 2001).
CymiecTByeT TpW BO3MOXKHBIX BapHWaHTa SBOJIONHWHA TYTUTMIIMPOBAHHBIX
EHOB: OJWH W3 JyOJIMKAaTOB CTAaHOBUTCS  TICEBJIOT€HOM,  BCIIEJCTBUE
JIETeHEPAaTUBHBIX MYTAllUi; OJMH W3 MyOJUKATOB IMOJIy4aeT HOBYIO (DYHKIIMIO 3a
CUET HOBOM, BBITOAHOW MyTauuu (HEOPYHKIMOHAIMU3AIMA); NEPBOHAYAIBHBIE
GyHKIMA OJIHOM KOMHHM TeHa MOTYT OBbITh pa3AelieHbl MEXIy IyOJuKaTamu
(cyodynkumonanusanus) (Zhang, 2003; Magadum et al., 2013). BonbimHCcTBO
JTYTUTMKAIUI TeHa, MO-BUJIUMOMY, COXpaHstoTcs cyodyHkimonanuzamnueit (Lynch,
Force, 2000), 1 3TOT mpoliecc MOKET HAUMHATHCS C PA3JIMYUIN B SKCIIPECCUU TEHOB,
OTpaXkaromui  HEOOJBITME  W3MEHEHHS B PETYJSATOPHBIX  00JIACTAX
naymnupoBanHbiX reHoB (Force et al., 1999). Tak kak MHOTHE IeHbI BBITOJHSIOT
HECKOJIbKO pPa3NUYHbIX (YHKIHM, aeicTBHE OTOOpa, BO3MOXKHO, MPHUBEIO K
ONTUMAJILHOMN TMOCIEA0BATEILHOCTH JJIsl KaXXI0U BhIMosiHgeMon ¢yHkiuu. [locie
TOTO, KaK (PYHKIUU AYTUTUIIUPOBAHHBIX KOMHWN TE€HAa HAYMHAIOT PaCXOIUTHCS,
AMUHOKHCJIOTHBIE M3MCHCHHMS, CBSI3aHHBIE ¢ (DYHKIIMOHAJIBLHOHN CIieran3aIueit
KaXJIOM KOIHMH, BEPOSITHO, OYAYT aJaTUBHBIMHU, U 00a qybinkaTa OyayT ObICTpO

9BOJIIOI[HOHUPOBAThH, TIOKa CyO(hyHKIIMOHATU3aIMs He Oyaer 3aBepuieHa (Hughes,
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1994). Takum o00pa3oM, CyO(pYHKIMOHAIHM3AIMSI MOXKET OOBACHUTH OBICTPYIO
ABOJTIOITMIO AMHUHOKHUCIIOTHOM TIOCIIEIOBATEIBHOCTH, KOTOpask 9acTo HaOJI0aeTCs
B KOIIKSAX I'eHa rmocie coObiTrs aymiukanuu renos (Wallis, 1996).

ITepuonsr ObicTpoit 3Boronu GH, HaOmogaeMple B HEKOTOPBIX JUHHUAX
MJICKOTTUTAIONINX, W KOTOPHIC, KaK MPEIOoJIaraioT, ObLUTH BbI3BAHBI MTO3UTHBHBIM
oTOOpOM, HE OYEBUJIHBI I NTUIl. AHanu3 mocieaoBaTenbHocTedt GH 6 BHIIOB
NTUIl TOKa3aj, 4YTO OOJIBIIMHCTBO aMHWHOKUCIOTHBIX CaWTOB 3peioro Oeika
MOJIBEPrajInch ovHiammeMy oroopy. Ckopocts 3Bomtonmu GH mTuiy HeMHOTO
Beimie (0,56-0,80 x 10'9), yeM ckopocTh sBojoruu GH wmnexomuraronumx B
«vemnennoit ¢aze» (0,21-0,28 x 10'9), HO 3HAUUTEJIILHO HIKE, YeM CKOPOCTh
«ObIcTpot (ha3bl» BomoIMu GH Miekonuraromux. B ienom, CKopocTs HBOJTIOIUU
GH y nrum Gosee MOCTOSIHHA, Y€M y MIICKONHTAIONIUX, U YBEIMYMBACTCS
makcuMyM B 1,4 paza (Buggiotti, Primer, 2006).

B 10 ke BpeMsi CKOpOCTh aMUHOKHCIIOTHBIX 3aMEH B CUTHAJIHLHOM TENTHJIC
GH ntun B 1-19 pas Beimie, yem HaOMIOAAETCA JUIS 3PETION MOCIIeI0BATEILHOCTH
oenka. CootHomienne ON/AS nns curHanpHOro mentuaa B 3—-33 pasa Bhllie, a
CKOPOCTb 3BOJIIOIMU CUTHAJIBHOTO nentujia B 2,0—4,4 pa3a Bblle, yeM ISt 3peJIoro
GH (Buggiotti, Primer, 2006). CurHaidbHBIH MENTHA MTHI[, BEPOITHO, MOXET
y4acTBOBaTh B TMOCTTPAHCISIUOHHBIX MOAU(PUKAIMIX, KOTOPbIE MPUBOAIT K
HaOIOaeMOMY CTPYKTypHOMY pasHooOpaszuto GH mnrum. Beicokuii  ypoBeHb
W3MCHUYMBOCTH CUTHAIBHOTO TIEMTHAA MOXET JIeKAaTh B OCHOBE (PYHKITMOHAITBHON
cioxxnoctu (Buggiotti, Primer, 2006).

B GH nruir 06110 BBISBIEHO 4 aMUHOKHUCIOTHBIX CaiTa, HAXOMSMIIHUXCS MO
JIEUCTBUEM TIOJIOKHUTEIIBHOTO 0TOOpa, U BCE OHM BXOJWIM B COCTaB 27 KOJOHOB
CHTHAJIHOTO MenTH/a. J[Be U3 3TUX 4eThIpEX aMUHOKHUCIIOT (B TIOJI0XKEHUH -3 U -1)
BaXHBI IS TIPABWJIBHOTO OTIICIUICHUS CUTHAJIBHOTO TENTHIA MPU CO3PEBAHUHU
oenka. Jlyia cpaBHEHUS, STH K€ MO3UIMHN Y MIIEKOMUTAIOMNX ObLIN Topa3ao Oosee
BBICOKO KOHCEPBATHBHBIMHU. BBICOKMII ypOBEHh HECHHOHUMHYHBIX 3aMeEH,
HAONIOMaeMBIX B JTHX CaliTaXx y MTHI, W TO, YTO O3TH CAWTHl IOJABEPIIUCH

IMMOJIOKUTCIIBHOMY OT60py, moaApaszymMeBacT, 4TO U3BMCHCHHUC IMOCICA0BATCIIbBHOCTU
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CUTHAJIBHOT'O MENTH/IAa Y NITULl HOCUT aJJaTUBHBIN XapakTep. Takas U3MEHYMBOCTD
MOCJIEIOBATEIFHOCTH CUTHANBHOTO nientuaa GH, BeposaTHO, MOKET IPUBOANTH K
pa3HbIM  ypoBHsIM 3¢ dekTtuBHOCTH cekper GH, u mnoTeHuuambHO MOXKET
ABJIATbCS OOBEKTOM  €CTECTBEHHOro oOTOOpa, Hampumep, Kak CpeACTBO
KOHTPOJIHPYIOIee CKOpocTh pocta (Buggiotti, Primer, 2006).

Y nrun redsl GH BOpOOBMHBIX 3BOJIIOIMOHUPYIOT OBICTpEE M Ha
HYKJICOTHTHOM ¥ HAa AaMUHOKHCIOTHOM ypOBHE, TI0 CpPaBHCHHIO C
nocienoareabHOCTsIME TeHOB GH nmpyrux nrun (e BopoOwsuuBIX) (Yuri et al.,
2008). CkopoCTh CHHOHUMHUYHBIX 3aM€H B 2 pa3a 0o0Jbllle, a CKOPOCTh YBOJIIOIUU
aMUHOKHCIIOTHOM mocnienoBarensHocTd B 10 pa3 6ompine B GH BopoObHHBIX, YeM
B GH npyrux ntun. U3 6 u3ydeHHBIX TaKCOHOB MTHII, HAKOOJIEEe OTIUYAIOITUIICS
0 aMUHOKHCIIOTHOM mocnenoBarenbHoct GH, 01T npencTaBuTens BOpOOBUHBIX
ITHII, eBpoIelickas MyxoJioBka-miectpyiika (Ficedula hypoleuca), ornudaromasics
ot apyrux mnonunentuaoB GH nrTun 18-27 amuHOKMCIOTaMM, TOrjAa Kak
PaCXOXKJICHUE MEXAYy IPYyrMMH TISIThIO TaKCOHaMHu Kojebanoch oT 2 a0 22
AMUHOKHUCIIOT. OTOT YpOBEHb AaMHUHOKHCIIOTHOW JWBEPIeHIIMM CPaBHUM C
JTUBepreHnueit, HanenHon mexnay GH 3enenoit mopckoit uepenaxu (Chelonia
mydas) u moymnentuaamu GH nrur (23-29 amunokucior) (Yuri et al., 2008).

JIyist GONBIIMHCTBA HM3IIMX TO3BOHOYHBIX XapaKTepHAa HH3Kas CKOPOCTh
spomoruu GH (0,19-0,39 x 10° aMMHOKMCIOTHBIX 3aMeH B rom), KOTopas
CpaBHUMA CO CKOPOCTHIO, mosryaeHHou st GH mnexonmraronux (0,21-0,28 x 107
%). OZHAKO KOCTHCTBIEC PHIOBI M, BO3MOXHO, aM(pUOUH COCTABISIOT HCKITIOUCHHE.
Co BpeMeHHU auBepreHnuu am(uONil U BHICIINX MO3BOHOYHBIX, B GH amdubuii
(JryIIKa-6bIK) HAKOMAIOCH 0K0J10 57 3ameH (0,86 x 10) mo cpaBuenmio ¢ 25, 29,
32 3amenamu B GH uepenaxu, KypuIlbl U CBUHBM COOTBETCTBEHHO. CO BpeMeHU
JTUBEPIreHIIMM KOCTUCTBIX W XpsmeBbix pbld, B GH koctucteix pnid (yropn)
HAKOIIMIOCH OKOJIO 85 aMHHOKHCIOTHBIX 3ameH (1,52 x 10°), a B GH xpsimeBbix
puI0 (océrp) Toabko 18 (Wallis, 1996).

AMHWHOKHUCIIOTHBIE mociienoBareibHocTH GH  KOCTHUCTBIX pBIO  Takke

3HAYUTEIHHO OTJIWYAIOTCA JAPYr OT Jpyra. JTO yKas3blBaeT Ha TO, 4TO oOIas
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ckopocTh sBomonMu GH KocTUCTBIX pbhIO ObLIa BBHICOKOM M HEMOCTOSHHOM
(Bernardi et al.,, 1993, Wallis, 1996). Tem ne wmenee, 3nauecuHue dN/dS,
nocunutanHoe i1 GH KocTuUCThIX pBIO, B HEKOTOPBIX CIydasX OJIM3KO K
3HAYCHUSIM, Ha0JII0/1aeMbIM TUTSI MeJIJICHHO HBOJTIOIIMOHUPYIOIIUX
nocneaoBareabHocTelt GH mitekonuTaronmx. 1o 10Ka3bIBaeT, UTO XOTSI CKOPOCTh
oo GH KOCTHCTBIX pBIO ObLIa BBICOKOM, B HEKOTOPBHIX CIydasX OHa
CHIWXKaJIach N0 0a30BOM CKOPOCTH, HAOIIOAACMOW B DBOJIIONHUH OOIBITMHCTBA
MO3BOHOYHBIX. TakuM 00pazom, 0OBIYHO HaONOaeMblil ciydait aBomtonun GH —
MeJieHHass 0a30Basi CKOPOCTb C PEAKUMHU MEpHOoJIaMU OBICTPOIl DBOJIIOLMH —
KaXXETCsl, TAK)KE MPUMEHUM B OTHOIICHHH KOCTUCTBIX PBIO, 32 UCKIIOYCHHEM TOTO,
YTO BCIUIECKH OBICTPON 3BOJIIOLMU MPOUCXOAMIIM Halle, YeM B IPYrMX rpymnmnax
(Wallis, 1996).

Takum o0Opa3zom, aHaIW3 MMEIOMIMXCS JAHHBIX B JIHTEpaType MO3BOJISET
CUMTaTh T€Hbl T'OMOHAa POCTa OYEHb HHTEPECHONM MOJEIBbHOM CHUCTEMOM IS
W3YYCHUS OpPTaHM3allMd W JBOJIONWU WX B PA3IUYHBIX TAKCOHAX MO3BOHOYHBIX
KHUBOTHbIX. (OCOOEHHO 3TO KacaeTcsi pbIO, TIJe O3TU TeHbl MOTYT OBITh
YHHUKAJIbHBIMU, HO MOTYT OBITh QYIJIUIUPOBAHHBIMU, IPUYEM 00a T'eHa SBISIOTCA
byHKIIMOHATBHBIMA. B TO ke BpemMs B HEKOTOPBIX Tpynmax psl0 MOTyT
oOHapy>XKMBaThCs NICEBIOTEHBI. Vccaen0BaHUIO0 TEHOB TOPMOHA POCTA Y JIOCOCEBBIX

pBIO MOCBsIIIEHA HAacTOAIIas padoTa.
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2. MATEPHUAJIbI 1 METO/IbI

2.1. O0beKT uccaen0BaHuA

OO0beKkTamMH HCCIEIOBaHUS MOCIYKUIU 4 BHAA TOJBIOB CEBEPO-3aragHON
yactu Tuxoro Okeana: ceBepHast MmasibMa — Salvelinus malma, roxxuas manbema — S.
curilus, syn. S. malma krascheninnikovi, roserr Tapanma — S. taranetzi, rosen
Jleanmmona — S. levanidovi (ta6u. 2.1). MaTepuan i UCClIeA0BaHUS OBbLI B3ST U3
kosutekiuu nabopatopuu renetukn UBM JIBO PAH. B pa6ote ucnonb3oBaiiach
0JIHa 0C00b Kaka0ro BUAA. |1 cpaBHUTENBHOTO M (PMIIOT€HETHYECKOTO aHaIn3a
u3 0a3el manHbix GenBank/NCBI 6b1iu B3sTHI TONIHEBIE nTocienoBareasnocT JJHK
renoB GH Hepku — Oncorhynchus nerka (U14551, U14535.1), uyaBbluu —
Oncorhynchus tshawytscha (EU621900.1, EU621901.1), aTnmaHTHYeCKOTO JI0COCS
— Salmo salar (X61938, EU621899.1), oObikHOBeHHOTOo cura — Coregonus
lavaretus (AY498872.1); nocnenoBarenpbHoctd MPHK GH kymku — Salmo trutta
(IX277097.1, JX277098.1), mmkmwxkm — Oncorhynchus mykiss (M22731.1,
M22732.1), myku — Esox lucius (NM_001303940.1), a Takxe
nocnenoBarenbHocTd UHTpoHOB C m D remoB GH1 uw GH2 BumoB otpsna

nococeBbix (Salmonidae) (taba. 2.2).

Taomuna 2.1

NCBI Homepa moaHbIX TociienoBaTenbHocTeld GH nccmeqoBaHHBIX BUIOB TOJIBIIOB

Bun GH1 GH2
S. malma KF772972 KF772976
S. curilus KF772971 KF772975
S. taranetzi KF772973 KF772977
S. levanidovi KF772974 KF772978
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Tabmnuna 2.2

NCBI momepa untponoB C u D reHoB ropMmoHa pocta UcCClieyeMbIX BUOB

JJOCOCCBBIX pI)I6

Bun GH1C GH1D GH2C GH2D
S. alpinus AF005921 AY125164 AF005909 AY125163
S. leucomaenis AY125182 AY125184 AY125180 AY125183
S. fontinalis AY125178 AY125179 AY125174 AY125175
S. namaycush AF005922 AY125192 AF005910 U29954
S. malma HE978488 HE9/78492 HE9/78496 HE9/78500
S. curilus HEQ978487 HE978491 HE978495 HE978499
S. taranetzi HE978485 HE978489 HE978493 HE9/78497
S. levanidovi HE978486 HE978490 HE9/78494 HE978498
O. clarki AF005924 AY125131 AF005913 AY125133
O. mykiss AF005923 AY125186 J03797 J03797
O. gorbuscha AF005926 AY125094 AY125089 AY125090
O. keta AF005927 AF541853 L04688 AF541854
O. nerka U14551 U14551 U14535 U14535
O. kisutch AF005925 AF541852 U04930 U28359
O. masou AF541855 AF541856 AF541857 AF541858
O. tschawytcha EU621900 EU621900 AF005914 AY125157
S. salar X61938 AY125198 M21573 AY125200
S. trutta AY125208 AY 125204 AF005912 AY125206
A. ohridana AY125143 AY125141 AF005915 AY125139
P. perryi AF005920 AY125113 AF005908 AY125115
H. hucho AY125124 AY125119 AF005906 AY125121
H. taimen AY125129 AY125125 AF005907 AY125127
B. lenok AF005918 AY125095 AF005916 AY125097
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2.2. AMmuiinpukanus JJHK

Ha mepBom stame ¢parmentsl reHa GHI1 ceBepHON U IOKHOW MabMBI
aMITuIMpoBain B nojauMepasHou nenHout peakiuu (I1L[P), ¢ ucnons3oBanuem
npsimoro GH1-1 (5 TCATCCTTGGCAATTAAGAGTA 3') u obpatHoro GH1-2
(5" GTTCTGGTAGTAGTTCCCGTAG 3') mpaiimepoB. AMILTH(UKALIHIO
MPOBOJIWIIA B 25 MKJ PEAKIMOHHOM cMecH, BKIoHaronen 20—50 Hr ToTalbHOU
JHK, 2,5 mxn 10-kpatHoro Oydepa Tag-mosmmepassr (60 MM Tris-HCI (pH 8,5),
1,5 MM MqCl,, 25 MM KCI, 10 MM 2-mepkantoatano, 0,1% Tpuron X-100), 2,5
MKJI CyMMBI Je30KCHHYyKIeoTuaTpudocdaToB (2,5 MM), mo 2,0 MKI KaXAOTro
npaitmepa (2,5 uM), 1,5 en. Tag-nomumepassl (CuOIH3UM), U IEHOHUZUPOBAHHYIO
Bony. I1LIP nmpoBoauim 1o ciexyromiei cxeme: HadanbHas aeHaTypamus (94°C — 5
MUH), 35 IUKIJIOB, BKItoUaronux AeHatyparuio (94°C — 30 c), oTxur npaiiMepoB
(51°C — 1 mun), snonramuto (72°C — 2 mun 40 ¢) u gocrpoiika neneit (72°C — 5
MHH).

[Tonyuennsiii npoaykr TP, pazmepom okono 3000 m.H., 0OpadaTbiBaIN
JIBYMsl SHAOHYKIea3zaMu pecTpukiimu — Pstl u Mbol. IMocne ruaponusa JTHK

KaXI0W U3 ABYX PECTPHKTa3 OBLIO MOJYUYEHO IO YeThipe ¢pparmeHTa (puc. 2.1).

1264 721
Pst| v v 445 § 444

Mbo | | 2294 1476 v 880 v 289,

Puc. 2.1. Pectpuknmonnas kapta yuactka rena GH1 S. curilus

®parmentsl [JHK paznpensiiu B 1,2 % arapo3HoM reiie, IpUrOTOBJIEHHOM Ha
0,5X 0ydepe TBE. I'enb okpammBaim 3TuAnyMOpOMUIOM U poTorpadupoBanu B
npoxoasmeM YO csere. IIpoayKTsl peCTPUKIMU BBIAEISUIM U3 I'elisd C IIOMOILBIO

nabopa  PureLink™QuickGelExtraction  (Invitrogen, ~Germany) cormacHo
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WHCTPYKIIMU WM3TOTOBHTENS W Jaliee WCIONb30BAIA I KJIOHUPOBAHUA U
CEKBEHHUPOBAHUA.

[Tonyuennsiit ¢parment rena (2874, 2882 n.u. mas S. curilus, S. malma
COOTBETCTBEHHO) BKJIIOYAJI YETHIPE MOJHBIX dK30HA (1—4), HETOMHBIN S5-bIif SK30H
u 4 uatpona (A-D). Ha ocHoBe 3TOr0 (parmenTa ObuIM MOA0OpaHBI YETHIPE Maphl
cnenuduyeckux mnpaiiMepoB (Tabn. 2.3), ¢ UCIOIb30BaHUEM KOTOPBIX OBLI
aMILUTUUIIMPOBAH aHAJOTHYHBIA yyacTok reHa GH2 y S. curilus u S. malma, u
nocienosarenpbHocTn reHoB GH1 u GH2 y S. taranetzi u S. levanidovi. [{ns
MIOJTyYEHUs TTOJTHOM IMOCJIEIOBATEIFHOCTH IMATOTO 9K30HA, maroro uHtpoHa (E) u
IIECTOTO 9K30Ha, Obia momoOpaHa JOIMOJHUTENbHAS Tapa IpaiMepoB,

GHtf1/GHtrl (ta6a. 2.3) (puc. 2.2).

Tabnuua 2.3
[TocinenoBaTeIbHOCTH AP MIpaiMepOB, UCIIOIB3YEMBIX IS aMILTA(QUKAIIIT

reaoB GH1 u GH2

No Hpglﬁ);% ITocnenoBarensHOCTE 5'—3'

| | GHI-1 TCATCCTTGGCAATTAAGAGTA
GHIR1 CAGCCAGGTTACTTACTGAACT

, | GHIF2 GACTTCTGTAACTCCGACTC
GH1R2 GTTTCTGACTATGAGGCTGT

5 | GH1F3 GTCTGATTGAATCCTGGGAG
GHIR3 GGAAACCCGTTGCACTTAAT

, | GH1F4 CAACCATGTCTCTGTCACTAAC
GH1-2 GTTCTGGTAGTAGTTCCCGTAG

5 | GHtf1 AAGCAAATATTGATATGCACAC
GHtrl CCTAATCTGTATATGGGAAACC

NP mms GH1-1/GH1R1 u GH1F4/GH1-2 npoBogwnmu 1o cxeme:

HavanbHas aeHarypanus (94°C — 5 mun), 35 nukios (94°C — 30 ¢, 51°C — 1 mum,
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72°C — 1 muH) u pocrtpoitka neneit (72°C — 5 mwuH). [ns map mpaiiMepoB
GH1F2/GH1R2, GH1F3/GH1R3, GHtfl/ GHtr1 mpu cnenyromux ycmoBusix: 94°C
— 5 muH, 35 nukioB (94°C — 1 mun, 55°C — 1 muHn, 72°C — 1 mun), 72°C — 5 mun. C
KaXJI0W mapoi mpaiiMepoB amiuidduimpoBagock mo jaBa ¢parmentra JIHK,
cootBeTcTBytomue renam GH1 u GH2. ®parmeHTsl OBYyX IeHOB, MOJYyYEHHBIE C
napoii mpaiimepoB GH1-1/GH1R1 wumenu cxomubiii pasmep. I[IpoaykTsl
amruiiukanuu Takxke pasaensiu B 1,2% arapo3Hom rene, BbIpe3alid U jaliee

HCIIOJIB30BAJIN JJIA KIIOHUPOBAHUA U CCKBCHHUPOBAHUA.

2.3. MoJiekyJisipHO€ KJIOHMPOBaHHUE

JlurupoBanue nonyudeHHbix (parmentoB [IHK ocymectBisimu ¢ momoiibio
HabOopa i kmorupoBanusi CloneJET™ PCR Cloning Kit (Fermentas) coriacho
uHCTpyKIMu u3rotoButens. KommnerentHele kietku Escherichia coli (E. coli),
npensaputenbHo  oxnaxaéuusie mpu  4°C (30 MmuH), TpaHchOpMHPOBAIH
pexombunantHoi JTHK meromom TemaoBoro moka (42°C, 1 mun). IlomydeHHbIE
TparchopManThl HHKyOupoBaiu 1 yac mpu 37°C B Imin skuakoit cpenst Jlypus-
bepranu (LB cpena) (tadm. 2.4) u BeiceBanu Ha TBEpAYI0 LB cpeny (tadn. 2.4),

cojaeprkaiyto 50 Mr/mi aMIUIAIMHA.

Tabmuua 2.4
WNurpenuentsl, HeoOXoauMble 1iist mosrydeHus 11 cpensl Jlypus-bepranu
(LB cpena)

NHrpenneHTo x)unkas LB cpena tBEépnas LB cpena
bakro-Tpunton I0r I0r
bakTo-apoKKeBOU SKCTPAKT Sr St
NaCl 10T 10T
Arap — 12r

CKkpuHHUHT  TpaHC(HOPMUPOBAHHBIX  PEKOMOWHAHTHBIX  KJIETOK  HE

tpeboBaincs, mnockonbky PJETL1/blunt siBisercss BEKTOPOM IMOOKHUTEIBHOTO
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orobopa. Bexrop pJET1/blunt comepxut reH sHIOHYKICa3bl PECTPUKIIUU, KOTOPas
SIBIISICTCS JIETAIBHOU i Beex mrammoB E. coli. Jluruposanue ¢parmenta JTHK
paspbiBaeT 3TOT JieTalbHbIM TreH. B  pe3ynbrare TOJNBKO  KIETKH C
PEKOMOMHAHTHBIMU TUIa3MUIAMU CIIOCOOHBI PA3MHOMXKATHCS.

Ot16op wuckoMmbix pekomOMHaHTHBIX JIHK mnpoBoguics Ha OCHOBaHUU
OLICHKM pa3Mepa BCTPOCHHBIX B BEKTOPHYIO MOJIEKYyNy ¢parmeHToB. {1 3TOTO
IIPOBOUIICS [1L{P-ananu3 KJIETOYHBIX KOJIOHU I c IpariMepamH,
KOMIUIEMEHTAPHBIMU K HYKJICOTHUAHOM  MOCIEIOBATEIIbHOCTH  BEKTOpA.
AMmuinuKanyo npoBoauiau B 10 MKII peakIIMOHHONW CMeCH, BKJIoUaromie 1 Mk
10-kpatHOTO Oydepa Tag-monmmepassl, 0,5 MEKJT CYMMBI
nesokcunykieotuaTpudocdaros (2,5 mM), nmo 0,5 mxn kaxgoro npaimepa (2,0
uM), 1,5 en. Tag-nmonumepassl (CuOIH3UM), U JACHOHU3UPOBAHHYIO BOY.
Peakmuio mpoBoawiA MO CIEAyIONIEH cxeme: HadaiabHas aeHarypamus (98°C — 2
MuUH), 26 1ukioB (95°C — 15 ¢, 55°C — 15 ¢, 72°C — 1 MuH) U AocTpoiika 1enen
(72°C — 5 mun). [Ipoayktel TP pazgensiu B 1,2% arapo3Hom rejie ¥ OUUILATN
NyTEM OCaXJIEHUS ITaHOJOM. KOHUEHTpaluus OYMIIEHHOW BCTAaBKH TaKkKe

aHaJIM3upoBaJIaCb MCTOAOM BJIGKTPO(i)OPGBa B arapO3HOM I'CJIC.

2.4. CekBeHUpOBaHHE

OnpeneneHre  HYKJICOTHAHBIX  TOCIICTOBATEIBHOCTEH  MOJYyYEHHBIX
¢parmentoB reroB GH (puc. 2.2) npoBoauin ¢ MOMOIIBI0 Habopa PeakTHBOB
BigDye Terminator Cycle Sequencing Kit v. 3.1(Applied Biosystems, USA) mo
METOJMKE TMpou3BOAUTENS. JlJii CEKBEHHUPOBAHUS WHCIOJIB30BAIU IpaiiMepshl,
Bxoasmue B coctaB Clone JET™ PCR Cloning Kit. Peaknuio mpoBoguian B
CICAYIONINX YCIOBUSIX: HadanbHas neHarypanus (96°C — 1 mun), 26 mukiios (96°C
— 10 ¢, 55°C — 10 c, 60°C — 4 wmun). I[locnenoBaTeNbHOCTH HYKJIEOTHIOB
omnpeaensik Ha aBTomarrueckom cekBeHarope ABI 3130 x| (Applied Biosystems)

Ha Kadenpe kierounoit 6uosnoruu u reHetuku J[BOY.
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COOpKy HYKJICOTHIHBIX MOCIIEA0BATEIBHOCTEH OCYIIECTRIISIIM B IAKETe
nporpamMm  SeqScape V.2.6 (Applied Biosystems). Anamu3 HYKJICOTHIHBIX
HI0CJIEI0BATEIBbHOCTEH U MHOYKECTBEHHOE BBIPABHUBAHKE POBOIMIN C TIOMOIIIBIO
nakera mnporpamMm MEGA-5.0 (Tamura et al. 2011) Ilpu BbIpaBHHBaHHH
ucnoip3oBaian anroputMbl ClustalW (Thompson et al., 1994) u Muscle (Edgar,
2004).

[TepeBoax  HYKJICOTHOHBIX IOCIIEAOBATCIPHOCTEH B  aAMHHOKHCIIOTHBIC
OCYIIECTBJISUTH ¢ UCToJib3oBaHueM mporpamm Gene Runner, Bepcus 5.0 (Hastings
Software, Inc., http://www.generunner.com). OmpeneneHue HYKJICOTHIHOTO H

AMHHOKHCJIOTHOTO COCTaBa OCYUIECTBISUIM € moMmouipio mporpamm MEGA 5.0

(Tamura et al. 2011).

GH1-1 GH1R GH1F3 GH1R3 GHtf1 GHtrl
5 Ex1 Ex2 Ex3 Ex4 Ex5 Ex6 3
I A ] B- C ] D E
GH1F2 GH1R2 GH1F4 GH1-2

Puc. 2.2. Ctparerus ammumdukanum u cekBenupoanus reHoB GH1 u GH2 Bumos

poxa Salvelinus.

2.5. ODuiioreHeTHYECKU aHAJIN3

[locTtpoeHne  (GUIOr€HETUYECKUX  JIEPEBHEB  BBHINOJIHAJIM  METOJIOM
oobenuHeHus Ommkaimero cocemna (Neighbor-Joining, NJ), makcumaibHOTO
npasaonoxodus (maximum likelihood, ML) B nmporpamme PAUP 4b10 (Swofford,
2002), wu baiiecockum wmeromom (Bayesian Inference, Bl) B mnporpamme
MrBayesV.3.1.2 (Huelsenbeck, Ronquist, 2001; Ronquist, Huelsenbeck, 2003).
VYeroitunBocth nomyyeHHbIX NJ u ML ¢unorenetnyeckux nepeBbEB OLIEHUBAIIN
meTonoM Oyrcrpen-ananu3za (bootstrap analysis; Felsenstein, 1985) ucnonb3ys

1000 pemmuk. Ilpu mocTpoeHWH (DUIOTEHETHYECKUX JEPEBHEB METOJIOM
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OmmKaMImux  coceled  WCmonb3oBaid  p-auctannuio  (p-distance). Ilpum
PEKOHCTPYKIIMN (PIIOTCHUH 110 QJITOPUTMY MAaKCHUMAJIBHOTO TIPABAONOA00HS
VICIIOJIB30BAJIM IBPUCTUUYECKUNA TOUCK JepeBbeB MeTonoM TBR co ciaydaiiHbIM
BKIIIOUeHHEM TocnenoBatenbHocTed. [lpm  Bl-ananuse cosmaBanmu 1 mulH.
re’epanuii nemneii Mapkoa, otOupas npo6s! kaxasie 100 rereparuii. [Tepseie 500
(5%) npo6 uckITI0YaTU M3 aHaIM3a Kak «burniny.

OnTuManpHBIE  MOJEIM  HYKJICOTHTHOTO  3aMEIICHUS BBIOMpaIH ¢
ucnojp3oBanueM mporpamMmbl Modeltest 3.7 (Posada, Crandall, 1998). B kauectse
KpUTEepHs Mpu BeIOOpe Mozenu ucnoib3oBanu Akaike Information Criterion (AIC)
(Posada, Buckley, 2004). PexoHCTpYyKITHIO (DHIIOTEHUH TIO MTOCIIEI0BATSIIEHOCTSIM
HK30HOB OCYUIECTBIISIA HA OCHOBE MOJIEIN HYKJICOTHAHBIX 3aMenieHnii TrN+I+G.
Jns ananmza nocienoBatenbHocTeld C 1 D mHTpOoHOB Mcnonb3oBanu VM+I+G
MOJENb HYKICOTHUAHBIX 3aMENICHUM, U1 aHAJIW3a IOCJIEN0BATENBHOCTEN BCEX
nsaTd UHTPoHOB — GTR+G.

[Toctpoenrne  QUIOTCHETHYECKUX  JCPEBHEB MO0  AMHHOKHCIOTHBIM
MOCJIETIOBATEIBHOCTSIM BBITIONHSIIM METOJIOM O0beIUHEHUs ONmkailliero cocena
(Neighbor-Joining, NJ) u MmakcumanbsHoro mpasmonogoous (maximum likelihood,
ML) ¢ momompto niporpammbl MEGA 5.0 (Tamura et al. 2011). [Ipu nmoctpoenun
(bUIOreHEeTUYECKUX JEPEBHEB METOJOM OJIIDKAUIINX COCENeH HUCIOJIb30BAIH P-
nuctannuio (p-distance). Pexonctpykimio ML nepeBbeB OCYIIECTBIISUIA HA OCHOBE
mozaenu JTT. OneHka AOCTOBEPHOCTH MOJYYEHHOW TOMOJOTUU BBINOJIHSIACH
meTofoM  OyrcTpen-ananmmu3a  (bootstrap  analysis;  Felsenstein, 1985) ¢
ucnons3oBanueM 1000 peruk.

KonmnyectBO  CHHOHMMMYHBIX  3aMEH HAa  CHHOHUMHUYHBIA  CaWT
(cuHOHMMUYHAs JUCTaHIMs, dS) W KONMMYECTBO HECHMHOHMMHYHBIX 3aMEH Ha
HECCMHOHUMHUYHBIA CaWT (HeCMHOHMMHYHAs auctaniusa, 0N), Hcrmoib3yeMbie B
TecTe Ha 0TOOp, ObLTH oneHeHsl MeTogoM Hes-I'omxo6opu (Nei-Gojobori, 1986) B
nporpamme MEGA 5.0 (Tamura et al.,, 2011). Onpenenenue Buga orbopa
MIPOU3BEICHO C IMOMOIIBI0 JU(PGEPSHIIMM HECHHOHUMHUYHOM W CHHOHUMHYHOM

muctaniuii (Dd = dN — dS). BeposSsTHOCTh OTKJIOHEHHS OT HYJCBOW THIIOTE3bI
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onpenensiu Z-tectoM B nmporpamme MEGA 5.0 (Tamura et al., 2011).

JIist ompeneneHus CaToB, HAXOIANIUXCS TMOA JCHCTBHEM OTOOpa OBLIN
ucnoin3oBanbl Tpu Meroaa (SLAC — single-likelihood ancestor counting, FEL —
fixed effects likelihood, REL — random effects likelihood), koropsie BXxOsST B
naker  nporpamMm  HyPhy,  nmoctymuoro Ha  cepepe  Datamonkey
(www.datamonkey.org, Kosakovsky Pond, Frost, 2005a). Otu Tpu Merona
UCIIOJIL3YIOT Pa3HbIe CTATUCTHYECKHWE MOAXObI Jiisa aHanm3a gucia dS u dN.
Meton SLAC mpusHan HaumOojiee KOHCEpBaTHBHBIM cpeau HuxX. OH MOXKer
MPOIMYCTUTh HEKOTOPHIC CAMTHI, HAXOAIIUECS MO IEHCTBHEM OTOOpa, KOTOPHIC
OyIyT BBISBIICHBI ApyruMu MeTtogamMu. OITHAKO TOCTOBEPHOCTh OOHAPYKHBAEMBIX
meroaoM SLAC caiiToB Hanbosiee BHICOKA 110 CPABHEHUIO C JPYTHMMH MOJIXOaMHU.
Anamuzsl  SLAC, FEL mnpoBomwnmu mpu ypoBHe 3Hauumoctu p=0,1, mnpu
npoBenenun — aHammza  REL  OaifecoBckuit  ¢aktop  coctaBun  50.
[MocnenoBareapHoct GH1 S. malma, GH1 O. mykiss u GH2 S. malma Obun
yIaJIeHbl TPOTpaMMOM, TaK KaK OHHM HMJCHTHYHBI TocienoBareabHoCTsIM GHI S.
curilus, GH1 S. trutta u GH2 S. curilus cootBeTcTBeHHO. MOEIb HYKICOTHIHBIX
3aMeH, ucrnosib3oBaHHas npu aHanuze GH1 renoB — F81, GH2 — HKY85, npyx
reroB (GH1 + GH2) — HKY85. Cootnomenue dN/dS (®) pa3HbIX BeTBei AepeBa
OBLTO OIICHEHO C MCIoJib30BaHKeM mporpammbl GA-Branch taxxke moctymHoit Ha

Datamonkey cepsepe (Kosakovsky Pond, Frost, 2005b).


http://www.datamonkey.org/
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PE3YJIBTATBI

3.1 CTpyKkrypa reHos

3.1.1 XapakTepucTHKA KOAMPYIOIIMX M0CJIe0BATEIbHOCTENH — IK30HOB

Crpykrypa renoB GHI u GH2 y Bcex ucciieloBaHHBIX BUIOB COBMAJIAET U
BKJItoYaeT B ce0s 6 sk30HOB (1-6) m 5 muTpoHOB (A, B, C, D, E) (puc. 3.1).
[TocnenoBarensbHoct reHa GHI1 ayis 4eThIpéX BHUIIOB TONBIIOB COCTaBUIIMU: S.
curilus (3666 n.u.), S. malma (3673 n.u.), S. taranetzi (3675 n.u.), S. levanidovi
(3672 n.u.). Jnsa rema GH2: S. curilus (3305 m.u.), S. malma (3305 n.u.), S.
taranetzi (3300 m.1.), S. levanidovi (3299 n.H.). CpaBHUTEIBHBIA aHAIH3 3K30HOB
MOKa3aJl, YTO pa3Mep KaKJOro HK30HA JIBYX TI'€HOB HIEHTHUYEH Yy BCEX BHUJOB
rojapioB U cocraBisier 74 m.H., 140 n.u., 117 n.H., 156 .H., 147 n.H., 1 63 n.H.
COOTBETCTBEHHO.

[lepBbrit 5k30H reHoB GH BkiloyaeT HeTpaHCIUPYEMyK0 00JaCTh,
KOJUPYIOLIYIO JTUAECPHYIO MOCIEAOBATEIbHOCTh OT TOYKM Hadalla TPAHCKPUIIUU
1o ctaptoBoro kogoHa ATG u Tpanciaupyemyro oomacts ;ymHON 10 1.H., KoTopas
BKJIIOYAET TIEPBbIE TPU KOJOHA M TEPBBIA HYKIEOTHJ YETBEPTOrO KOJIOHA
CUTHAJIBHOTO TENTuAa, OTHICIUIAEMOrOo TMOCJIE TPaHCISLMK MPU CO3PEBaHUU
¢dbynkunoHansHOoro Oenka (puc. 3.1). BTopoil 5K30H BKIIIOYaeT MOCIEIHUE ABa
HYKJICOTH]Ia YETBEPTOTO KOJOHA U OCTAJIbHBIE HYKJICOTHU]IBI s 18 aMHUHOKHUCIOT
CUTHAJIBHOTO MENTHAA, a TAKK€ aMUHOKUCIIOT 3peiioro Oenka ¢ 1 mo 28. DK30HbI
I, 1V, V, VI xomupytor 29-67, 68-119, 120-168, 169-188 aMUHOKHCIOTHI
COOTBETCTBEHHO.

CpaBHUTENBHBIN aHAW3 KOIWPYIOUIEH dYacTh moiydeHHbXx reHoB GH
royiblioB poma Salvelinus mokasan, 4YTO HYKICOTHIHAs IOCIESIOBATEILHOCTh
Ka)KI0r0 9K30HA B KaXKJ0M I'€HE MJICHTUYHA Y ABYX BHJOB MajibMbl, S. curilus u S.
malma, W HeCcKoNbKO OTIMYaeTCs y JAPYrMX BHIOB. IlociieqoBaTebHOCTD
TpaHcupyemoi obmactu 1-ro sx3ona (10 1m.H.) HACHTHYHA B 000MX T'€HaX y BCeX

BUJIOB T'OJIBIIOB.
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cTOI-
KOJIOH

TOYKa Havana
TPaHCKPHUIIIIHI

Ex1 Ex2 Ex3 Ex4 Ex5 Ex6

AACATA A B c D E

HeTpaHcIupyemast
o0J1acTh

P »
<« »

CTapT-KOAOH
ATG

Exl | Ex2

JmaepHas +
TI0CJIEA0BATEIIBHOCTh

\ J
Y

CUTHAJIbHBIN IIENITUI

Puc. 3.1. CxemaTtnaHoe n300pakeHUE CTPYKTYPHI T€HA TOPMOHA POCTA.

B rene GHI1 HykieoTnaHbIe MOCIEI0BATEILHOCTH 2-TO, 4-10, 6-TO 3K30HOB
MTOJTHOCTBIO UACHTHUYHBI Y BCEX YETHIPEX BUAOB TOJBIIOB. [locnenoBaTenbHOCTD 3-
ro DK30Ha MajJbMbI HIEHTHYHA ITOCIeA0BaTeNpHOCTH S, taranetzi, u oranyaercs ot
S. levanidovi oxgHo¥i HykiIeoTHaHONM 3ameHOH. [lociienoBaTeIbHOCTh 5-T0 3K30HA
MaJIbMbI, HaoOopoT, uacHTHYHa S. levanidovi, mocnenoBatensHOCTh S. taranetzi
OTJIMYACTCS OT HEeE OJHUM HYKJICOTHIAOM. ITH OJIMHOYHBIC HYKJICOTHIHbBIC 3aMEHbI
B remax GH1 S. levanidovi m S. taranetzi He npuBOAAT K HM3MEHCHHUIO
ITOCJIEOBATCILHOCTH O€JIKa.

B rene GH2 nykneorumnas mocnenoBaTebHOCTh 6-T0 9K30HA MOJTHOCTHIO
UJCHTHYHA Y BceX 4-X BUIOB. TpeTwnii 5k30H S. taranetzi, raxxke kak u B rene GHI,
uaeHTrYeH mnocienosareibHocTd S. curilus u S. malma, mocienoBarensHOCTH 2-
ro, 4-ro, 5-ro ok30HOB S. taranetzi orauyarOTCs OT  aHAJIOTHYHBIX
MOCJICIOBATEILHOCTEH MaJlbMbl OJHUM HYKJICOTHIOM B KaXJIOM JK30HE.

HYKJ'IGOTI/II[HaH 3aMCHa B I—IeTBépTOM 9K30HC IIPHUBOJHUT K HU3MCHCHHIO
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AMUHOKHCIIOTHOH TOCIIEIOBATENLHOCTH (TM3UH—TpEeoHUH). [locienoBaTenbHOCTH
2-10, 3-r10, 4-r0 3K30Ha S. levanidovi UMErOT 10 OJTHOW HYKJICOTHIHOHN 3aMEHE, 110
CPaBHCHHIO C JPYrUMHU BHJaMH. 3aMeHa B YETBEPTOM DK30HE MPHUBOIUT K
U3MEHEHUIO aMHHOKHCIOTHOH MOCIIEOBATEIbHOCTH (M30JICHIIMH—METHOHHH).
[MocnenoBarenbHOCTH 5-T0 dK30Ha S. levanidovi umeer 4 HyKJIICOTHIHBIE 3aMCHBI,
OJTHa M3 KOTOPBIX COBIAJAcT C HYKJICOTHJIHOW 3aMeHOW B reHe S. taranetzi mo
CPaBHEHHUIO C MAJIBMOM.

Takum 00pazoMm, cCpaBHUTENbHBIM aHAINW3 Koaupyromeld dactu rena GH1
4eThIPEX BHUJIOB roJIBIIOB poja Salvelinus BeIsIBIIT Be HYKJICOTHIHBIC 3aMCHBI, 00¢
TATIA  TPaH3WIHUHA. OTH  3aMEHbl HE  HM3MCHAIOT  aMHUHOKHCJIOTHYIO
nocienoBareabHocth GH1. B koaupytomeidt yactu rena GH2 oOnapyxkeno 9
HYKJICOTHUJIHBIX 3aMEH, U3 KOTOPHIX 3 TpaHcBepcuH U 6 TpaH3ulmil. J[Be 3amMeHbI
MPUBOASAT K  HM3MCHEHHUIO  aMHUHOKHCIOTHOM  MOCJIENOBATEIbHOCTH: 96
aMHHOKKCIIOTa TIpecTaBieHa u3oneiunom y S. curilus, S. malma, S. taranetzi u
metuonnaoMm y S. levanidovi (ATA—ATG), 119 amuuokuciora S. taranetzi
Ipe/ICTaBICHA TPEOHUHOM, a y TPEX OCTaIbHBIX BUA0B — ju3uHoM (AAG—ACG)
(tabn. 3.1). HykieoTuaHble MOCICIOBATEIBHOCTH CUTHAIBLHOTO MENTHIA KaX 0
kornuu reHa GH moHOCThIO WIACHTUYHBI.

Bcero nmpu cpaBHenun nocnenoBatenbHocTelt TeHOB GHI n GH2 romsiios
BBIBJICHO 34 HYKIEOTHUIHbIE 3amMeHbl (9 TpaHcBepcui, 25 TpaH3UIIUN).
[TocnemoBaTenbHOCTH  3peyioro  Oejdka OTAWYArTCAd &8 aMHUHOKHUCIOTHBIMU
3aMeHaMH, OJIHA U3 KOTOPBIX (96 aMUHOKUCIIOTA) XapakTepHa Toibko 11 GH2. B
HYKJICOTHIHBIX ITOCJICIOBATEILHOCTAX CHUTHAJIBHOTO TICTITHA BBISIBJICHO JBE
3aMEHbl, OJHA W3 KOTOPHIX MPUBOAUT K U3MEHEHHIO aMHHOKHCIOTHOMN
nocienoBarenbHocT. B GH1 BocbMas aMHHOKHCIOTa CHUTHAJIBLHOI'O IIENTHIA

npezcrasiena jgernuHoM (TTG), a B GH2 — metnonnnom (ATG) (tadm. 3.1).



HykneoTuaHbpie 3aMEeHBI B KOAUPYIOMINX TocienoBarenbHOCTsIX TeHoB GH ronbmos pona Savelinus

Taomuma 3.1

IMonoxenue H3menenue _ GH1 _ E— _ GH2 . S—
3aMeHBI, IT.H. Tum sameHe! AK-ThI S. curilus S. malma S.taranetzi | S. levanidovi S. curilus S. malma S.taranetzi | S. levanidovi
CurHanbHbIN 22 TPAHCBEPCUS Leu—Met T T T T A A A A
HenTHT 45 TpaH3ULUS - T T T T C C C C
15 TpaHCBEPCHsI - G G G G T T T G
27 TpaH3ULUS - C C C C T T T T
30 TpaH3UIUSL - G G G G A A A A
57 TpaH3UIUSL - A A A A G G G G
58 TpaHCBEPCHs Met— Leu (20) A A A A Cc C C C
81 TpaH3UIHUS - C C C C C C T C
89 TpaHCBEPCHsI T T T T G G G G
90 TpaH3UIUSL Val— Gly 30) T T T T C C C C
100 TpaH3UIHUS Pro— Ser (34) (¢} C C C T T T T
126 TpaH3UIUSL - G G G A G G G G
153 TpaH3UIUSL - C Cc C C C C C T
183 TpaHCBEPCHs His— Gln (61) C C C C G G G G
231 TpaH3HIHSA - T T T T C C C C
265 TpaH3UIUSL - T T T T C C C C
. 268 TpaH3ULIAS Thr— Ala (90) A A A A G G G G
3penbiii 6eok
288 TPaH3ULIUSA Tle— Met (96) A A A A A A A G
356 TpaHCBEPCHsI Thr— Lys (119) C C C C A A C A
369 TpaH3UIUSL - T T T T C C C C
375 TPaH3ULIUSA - A A G A A A A A
405 TpaHCBEPCHs Gln— His (135) G G G G T T T T
429 TpaH3UIUSL - C C C C T T T C
435 TpaH3HIHSA - C C C C T T T T
441 TpaHCBEPCHs - G G G G C Cc G G
444 TpaH3UIUSL - C C C C C C C T
450 TPaHCBEPCHsI - A A A A C C C C
468 TPaH3HIHSA - C C C C T T T C
472 TpaH3UIUSL - T T T T C C C C
501 TPaH3UIUSL - C C C C T T T T
507 TPaH3HIHSA - C C C C T T T T
528 TPaH3HIHSA - C C C C T T T T
543 TPaH3UIUSL - A A A A G G G G

¢S
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Taxxe mpoBenéH ananmu3 reHoB GH npyrux mpeacTBaBUTENEH ceMeicTBa
Salmonidae. IIpu cpaBHEeHUM mocnenaoBaTenpHOCTEH 3penoro 6enka GH1 S. salar
u S. trutta BeEsIBIEHO 9  aMUHOKHUCIOTHBIX  3aMEH, HYKJICOTHUJIHAs
nocJyenoBaTelbHOCTh coqepkar 15 3amen. [locnenoBarensHoctu rena GH2 aByx
BUIOB poaa Salmo oriwmuarorcs 14 HYKICOTHIHBIMH 3aMEHAMH, KOTOpPBIE
OpUBOASIT K 3 aMHUHOKHUCIOTHBIM 3aMeHaM (Tabn. 3.2). IlocimemoBaTenbHOCTH
3penoro 6enka GH1 tpéx BumoB Tuxookeanckux Jiococei (O. nerka, O. mykiss, O.
tshawytscha) ornwuarorcs 4 aMHHOKHCIOTHBIMH OCTaTKaMH, HYKJICOTHTHAS
HIOCJICIOBATEIBHOCTh coaepxuT 8 3ameH. B rene GH2 BumoB poma Oncorhynchus
oOHapyxkeHO 16 HYKICOTUAHBIX 3aMEH, KOTOPbIE MPUBOAAT K 9 aMHUHOKHCIOTHBIM
3ameHam (Tad:. 3.2).

CurHajbpHBIN MenTHI ABYX BUAOB poaa Salmo B GH2 oriwmuaercs omHuM
AMUHOKHCJIOTHBIM OCTaTKOM W TONHOCTHIO miaeHTndeH B GHI1. Hykneormmnbie
MOCJIEAOBATCILHOCTH OTIN4YaroTca 2 u 3 3ameHamu, juigd redoB GHI m GH2
cooTBeTCTBeHHO. [loCaenoBaTenbHOCTh CUTHAIBHOTO TENTHAA TPEX BHUJIAOB poja
Oncorhynchus coaepXuT 1o OJHOM HYKJICOTHIHOW 3aMEHE B KaXXIOM TIeHE,
KOTOpbIE MPUBOJAT K U3MEHEHHUIO aMUHOKHCIIOTHOM TMOCJIE0BATEIHLHOCTH (Ta0JI.
3.3).

[TocnenoBarensHOCTH 3penoro Oenka GH1 m GH2 y S. salar u S. trutta
OTIINYAIOTCS 12 aMUHOKHCJIOTHBIMU OCTaTKaMH, HYKJICOTHTHBIC
MOCIIEIOBATENLHOCTH  colepxkar 35 3ameH. B curHaapHOM TmienTuAE, MpH
cpaBuennn a8yx GH Salmo, BeisiBieHo 4 HYKICOTHAHBIX M 1 aMHHOKHCIIOTHAS
3aMeHbl. HykiieoTwaHble TocieaoBaTeNbHOCTH TpEX BuaoB Oncorhynchus,
konaupytrome 3penbii 6enok GH1 m GH2, ornmuuarorcs 40 HyKI€OTHIaMH,
KOTOpBbIC MPUBOJAT K 18 aMHUHOKMCIOTHBIM 3amMeHaM. CUTHAJIbHBIN MENTU IBYX
GH TuxookeaHCKuX JIOCOCEd  OTIMYaeTcs 3  HYKJICOTUOHBIMHM H 2
AMHHOKHUCIIOTHBIMH 3aMeHamHu (tadi. 3.2, 3.3).

CpaBHUTENBHBIM aHaAU3 Koaupyromied yactu reHoB GH rosbioB poja
Salvelinus ¢ npyrumu npencraBurensimu Jiococ€Beix poio: O. nerka, O. mykiss, O.

tshawytscha, S. salar u S. trutta BeisiBUI 36 HykIeoTHUnHBIX 3aMeH B rene GHI u
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48 3amen B rene GHZ2. HykmeoTuanble mNOCIENOBATEIBHOCTH, KOIUPYIOIIKE
3penbiii 6enok GHI1, ornmuarorcs 32 HykIeoTHIaMH, KOTOpbIe MPUBOAAT K 16
AMUHOKUCJIOTHBIM 3aMeHaM. B curHansHom mnentune GH1  BoisiBieHbr 2
AMUHOKHCJIOTHBIE 3aMEHbI, HYKIJICOTHIHAs MOCIEAOBATEIIbHOCTh COJIEPXKUT 4
3ameHbl. [locnenoBarenbHOCTH, Koaupyromue 3penbid 6emok GH2, otnuaaercs 44
HYKJICOTHUJIaMH, KOTOpbI€ TMPUBOAAT K 14 aMHHOKHUCIOTHBIM 3aMeHaMm. B
curHasibHOM Tienituae GH2 BeisBiIeHa | aMUHOKHCIIOTHAS 3aMeHa, HYKJICOTHIHAS
MIOCJICI0OBATEIBHOCTD CONCPXKUT 4 3ameHsI (Tadur. 3.2, 3.3).

Bcero mnpu cpaBHenun 5k30HOB TeHoB GHI1 um GH2 1ococéBbeix pwid
BEISIBIICHO 83 HYKICOTHAHBIC 3aMeHBl. [locieqoBaTeNbHOCTH, KOIUPYIOIINE
3penblii  0eNoK, OTAMYaroTCi 76 HYKIEOTHAAMHU, KOTOpble NpHUBOIAT K 23
AMUHOKUCIIOTHBIM 3amMeHaM. CHUTHalbHBIM TEnTHA JABYX T'€HOB OTIMYaeTcs 3
AMUHOKHCJIOTHBIMU 3aMEHaMH, HYKJICOTHIHAS IOCIICIOBATEIHPHOCTh COACPKUT 7
3ameH (Tadm. 3.2, 3.3).

IIpn amammze koaupyrommx nocienosarensHocre renoB GHI m GH2
TOJILIIOB OOHAPYKUBAIOTCS OTIMYMS 10 YACTOTE UCIOJIb30BAaHUS KOJOHOB. B psine
cilydaeB HaOJ0Jal0Tcsd (UKCUPOBAHHBIE OTJIMYMSA B KOJUPOBAHUU aMHUHOKHCIIOT,
KOT/Ia TPUILIECTHI, UCIIOJIB3YEMbIC B OJHOM T'€HE, HE MUCIOJIB3YIOTCS B Apyrom. Tak
tpumietel CTA, GCG u GGA, komupyromue JEHIMH, ajJjaHWH W TJIUIUH
COOTBETCTBEHHO, MpUCYTCTBYIOT B reHe GHI, HO oTcyrctBytor B Trene GH2.
Tpumerst TCG, GCA, TAT, GGT, kxogupyromne CepuH, aJlaHUH, TUPO3UH H
TJIMIIUH COOTBETCTBEHHO, HA00OPOT, MpUCYTCTBYET B rene GH2, HO oTcyTCTBYyeT B
rede GH1 (tabn. 3.4). [Ipu aHanm3e KOAMPYIOMIUX IOCIEAOBATEIIBHOCTEH TCHOB
GH1 u GH2 Bcex uccnemyembix BUI0B J0COCEBBIX pbIO TpuiieTl TCG u GCA,
KOJUPYIOIINE CEPUH U allaHWH COOTBETCTBEHHO, MPUCYTCTBYIOT B rene GH2, HO
orcytctBytoT B reHe GHI1. Tpumner GGA, xoaupyroumuil INHMIMH, HA000pOT,

npucytctByet B reie GH1, Ho otcyrcTByeT B rene GH2 (tabn. 3.5).
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Taomuna 3.3

[TocnenoBarensHOCTh curnanbHoro nentuaa GH1 u GH2 nococéBbix prid

I'en Bun Hykneornanas nmocnenoBaTebHOCTh AMUHOKUCIIOTHAS
MOCJIEIOBATEIBHOCTD

S. curilus ATGGGACAAGTGTTTCTGCTGTTGCCAGTCTTACTGGTCAGTTGTTTTCTGAGTCAAGGGGCAGCG MGQVFL L LPVLLVSCFLSQGAA
S. malma ATGGGACAAGTGTTTCTGCTGTTGCCAGTCTTACTGGTCAGTTGTTTTCTGAGTCAAGGGGCAGCG MGQVFL L LPVLLVSCFLSQGAA
S. taranetzi ATGGGACAAGTGTTTCTGCTGTTGCCAGTCTTACTGGTCAGTTGTTTTCTGAGTCAAGGGGCAGCG MGQVFL L LPVLLVSCFLSQGAA
S. levanidovi ATGGGACAAGTGTTTCTGCTGTTGCCAGTCTTACTGGTCAGTTGTTTTCTGAGTCAAGGGGCAGCG MGQVFL L LPVLLVSCFLSQGAA

GH1 | O. nerka ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGCCAGTTGTTTCCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLASCFLSQGAA
O. tshawytscha | ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
O. mykiss ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. trutta ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. salar ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTTCTGAGCCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. curilus ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGCTTTCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. malma ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGCTTTCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. taranetzi ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGCTTTCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA
S. levanidovi ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGCTTTCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA

GH2 | O. nerka ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGAGTCAAGGGGCGGCG | MGQVFLLMPVLLVSCFLSQGAA
O. tshawytcha | ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGAGTCAAGGGGCGGCG | MGQVFLLMPVLLVSCFLSQGAA
O. mykiss ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGGGTCAAGGGGCGGCG | MGQVFLLMPVLLVSCFLGQGAA
S. trutta ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTCCTGGGTCAAGGGGCGGCG | MGQVFLLMPVLLVSCFLGQGAA
S. salar ATGGGACAAGTGTTTCTGCTGATGCCAGTCTTACTGGTCAGTTGTTTTCTGAGTCAAGGGGCAGCG | MGQVFLLMPVLLVSCFLSQGAA

HpI/IMC‘-IaHI/IC. HYKJ'ICOTI/II[HBIC 1 aMUHOKHCJIIOTHBIC 3aMCHBI BBIACIICHBI JKUPHBIM I_I_IpI/I(I)TOM " YKa3aHbl B KaKJOM I'€HC 10 CPABHCHULIO C aHaJOTUYHOM

IOCICI0BATCIBHOCTBIO I'OJIBIIOB.

99



Tabmnura 3.4

Cpennue yactoThl KogoHOB 3pesioro GH1 u GH2 yetsipéx BumoB

ronboB pona Salvelinus

Konon GH1 GH2 Konon GH1 GH2
UUU(F) 1 1 UAU(Y) 0 15
UUC(F) 5 5 UAC(Y) 7 55
UUA(L) 0 0 UAA(*) 0 0
UUG(L) 4 2 UAG(*) 0 0
CUU(L) 0 0 CAU(H) 1 3
CUC(L) 7 7 CAC(H) 4 2
CUA(L) 1 0 CAA(Q) 2 2
CUG(L) 15 19 CAG(Q) 9 9
AUU(I) 1 2 AAU(N) 2 3
AUC(I) 8 7 AAC(N) 14 13
AUA(I) 2 1,8 AAA(K) 2,3 2
AUG(M) 4 3,3 AAG(K) 9,8 10,8
GUU(V) 1 1 GAU(D) 3 2,3
GUC(V) 6 5 GAC(D) 9 9,8
GUA(V) 0,8 1 GAA(E) 4 4
GUG(V) 3,3 3 GAG(E) 6 6
UCU(S) 3 4,3 UGU(C) 1 1
UCC(S) 5 4,8 UGC(C) 3 3
UCA(S) 2 1 UGA(*) 0 0
UCG(S) 0 1 UGG(W) 1 1
CCU(P) 2 1 CGU(R) 1 0,8
CCC(P) 2 2 CGC(R) 1 2
CCA(P) 1 1 CGA(R) 0 0
CCG(P) 0 0 CGG(R) 2 1,3
ACU(T) 2 2 AGU(S) 1 1
ACC(T) 5 4 AGC(S) 6 6
ACA(T) 0 0 AGA(R) 2 2
ACG(T) 1 0,3 AGG(R) 3 3
GCU(A) 1 2 GGU(G) 0 0,3
GCC(A) 3 3 GGC(G) 3 53
GCA(A) 0 1 GGA(G) 1 0
GCG(A) 1 0 GGG(G) 3 2,5




Tabmuma 3.5

Cpennue yactoTsl koJ1oHOB 3pesioro GH1 u GH2 nococéBbix pbi0

Konon GH1 GH2 Konon GH1 GH2
UUU(F) 1 1 UAU(Y) 0,1 0,8
UUC(F) 5,6 5,6 UAC(Y) 6,3 59
UUA(L) 0 0 UAA(*) 0 0
UUG(L) 3,9 2,4 UAG(*) 0 0
CUU(L) 0,1 0,1 CAU(H) 1,6 3
CUC(L) 6,4 6,4 CAC(H) 3,4 19
CUA(L) 1,7 1 CAA(Q) 2,1 2
CUG(L) 15,6 18 CAG(Q) 8,8 8,9
AUU(I) 1,2 1,4 AAU(N) 2,2 2,1
AUC(I) 7,9 1,7 AAC(N) 13,2 13,9
AUA(I) 1,9 1,4 AAA(K) 2 2
AUG(M) 3,7 3,7 AAG(K) 10,1 10,8
GUU(V) 0,4 1 GAU(D) 3 2,7
GUC(V) 6,4 49 GAC(D) 9,3 9,2
GUA(V) 0,8 0,9 GAA(E) 3,7 4,4
GUG(V) 3,1 3,1 GAG(E) 6 5,8
UCU(S) 3,6 4,2 UGU(C) 1 1
UCC(S) 4 4,3 UGC(C) 3 3
UCA(S) 2 1,3 UGA(*) 0 0
UCG(S) 0 0,7 UGG(W) 1 1
CCU(P) 2 1,3 CGU(R) 1 0,4
CCC(P) 2 2 CGC(R) 1 2
CCA(P) 1 0,9 CGA(R) 0 0
CCG(P) 0 0 CGG(R) 2 1,7
ACU(T) 2 2 AGU(S) 11 1
ACC(T) 4,6 4.4 AGC(S) 6,3 6
ACA(T) 0 0 AGA(R) 2 2,1
ACG(T) 0,9 0,1 AGG(R) 3 2,9
GCU(A) 1,4 1,9 GGU(G) 0,7 0,1
GCC(A) 3 2,7 GGC(G) 3 5
GCA(A) 0 0,6 GGA(G) 0,9 0
GCG(A) 1 0,4 GGG(G) 3 2,9
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Konmupyromast obnacte renop GH1 u GH2 wuccnenoBaHHBIX BHIOB pojia
Salvelinus (630 m.H.) COOTBETCTBYeT AMHHOKHCIOTHOW TOCJIEI0BATEIbHOCTH
MpeaIIecTBeHHUKa MHOM 210 ocTaTtkoB, BKIOYarOmMX 188 aMHHOKHCIOT
3pesioro 6enka u 22 aMUHOKHUCIIOTHI CUTHAJIBHOTO MENTH/IA, YTO XapaKTEePHO U JJIs
Ipyrux BUAOB JOCOCEBBIX pbIO. OTKpbITas pamka cuuTbiBaHus TreHoB GHI1
ronbiioB, HaunmHaeTcs ATG komoHOM W 3akaHUMBaeTcs crom-kogoHoM TAG.
OTtkpeiTast pamka cuutbiBanusi reHoB GH2 Taxke Haumnaetcss ATG KoJl0HOM, HO
3akaHunBaeTcs cron-kogoHoM TAA. Konuu renoB GH Hepku, 4aBbIuM, pagyKHOU
dbopenu, aTIaHTUYECKOTO JIOCOCA U KYMJKU TaKKe OTJIMYAIOTCS CTOI-KOJIOHAMH,
KOTOpBIE  TIPENICTaBICHBl  TPUIICTAMH,  XapaKTEPHBIMH  JJII  TOJIBIIOB.
[TocnemoBaTenbHOCTH 3pesioro Oenka AByx GH ronbpiioB HaYMHAETCS C METHOHHHA.

AMUHOKHCIIOTHBIN COCTaB JIBYX TOPMOHOB pocTta Salvelinus mpaktuuecku He
OTJIMYAETCS W BKJIIOYAET 27 KUCHBIX, 32—33 OCHOBHBIX, /7 HenmomspHbix, 111
MOJISIPHBIX aMUHOKHCIIOT. Hanbomnee yacto B O€IKOBOM MOJEKyJie TOPMOHA pOCTa
roJblloB BeTpevaercs JieknuH (14,36 u 14,89%), cepun (9,04 u 9,57%), acnaparun
(8,51%), acmaparmnoBas kuciora (6,38%), musun (6,38 u 6,91%), ryTamuH
(5,85%), wmsonciiumua (5,85%), Bamun (5,85 u 5,32%) mnma GH1 u GH2
COOTBETCTBEHHO. AMHHOKHUCIIOTHBIN cocTaB GH apyrux mococéBhIxX peIO CXOMEH C
aMUHOKHUCTIOTHBIN cocTaBoM GH Tob110B.

['en ropMoHa pocTa COACPKUT TPAHCKPUOUPYEMYIO, HO HE TPAHCIUPYEMYIO
JUACPHYI0 TochenoBaTenbHOCTh (puc. 3.1), KoTopas OT TOYKM Hauana
TpaHCKpUMIK 10 ctaproBoro kogoHa ATG rena GHI mosHOCTBIO MIGHTHYHA Y
yeteipéx BumoB Salvelinus. Jlugepnas mocienoBarenbHOocTh B reHe GH2
BapbupyeT. Eciim y S. malma u S. curilus ona mosHoCTEIO COBMagaeT, To JTUACpHAS
nocinenoBareabHocTe TeHa GH2 S, levanidovi otmugaercs ot HeE aByms
HYKJICOTHIHBIMU 3aMeHaMH. J[JTMHA JTUACPHON MOCIeA0BaTeIIBHOCTH OJIMHAKOBA B
obomx TeHax y OoJplmMHCTBA BHJIOB (64 T.H.), 3a HCKIIOYECHUEM
nocienoBareabHocTd reHa GH2 S. taranetzi, kotopas mmeer mHY 59 Mm.H. U
OTIIMYaeTC OT TPEX JAPYrMX BHJOB BCTAaBKOW OCTaTKa aJeHWHA W TpeMs

HYKJICOTHUIHBIMHM 3aMEHaMH, JIBe U3 KOTOPBIX MICHTHYHBI 3aMeHaMm S. levanidovi.
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Paznuuue B qyimHe oOpasyeTcs 3a cy€T aenenuu mectyd HykineotuaoB — I T TCAA.
[Ipy BBIpaBHMBAHWUW JIMJICPHBIX IIOCIICOBATEIBHOCTEH JBYX TI'€HOB, 3a
UCKJIFOUEHUEM BapuadensHOU mocienoarenbHocTn GH2 S. taranetzi, mokasawo,
4TO mocieaoBaTelbHOCT, reHa GHI  ornnMyaeTcs MAThIO  HYKICOTHIHBIMU
3aMeHaMH OT TMocienoBarebHocTH GH2 MaibMbl W TpeMsi HYKICOTHIHBIMU
3aMeHamu ot nocienoBareabnoct GH2 S. levanidovi (Ta6m. 3.6).

Tabmura 3.6

JlmpepHas mocienoBareabHOCTh TeHOB GH

Bu
A GH1

S. curilus
S. malma
S. taranetzi
S. levanidovi
o " AACATACTCAACCGACCACCGCACTTTCAAGTTAAGTAACCATCCTTGGCAATTAAGAGTAAAA

. nerka
O. tshawytscha
O. mykiss
S. trutta
S. salar AACATACTCAACCGACCACCGCACTTTCAAGTTAAGTAATCATCCTTGGCAATTAAGAGTAAAA

GH2

S. curilus
S malma AACATACTCAACCGACCACCGCACTTTCAAGTGAAAT- AATCATCCTTGGCAATTAAGAGAGAAA
S. taranetzi AACATACTCAACCGACCACCACAC------------ GTGAAGT- AATCATCCTTGGCAATTAAGAGAAAAAA
S. levanidovi AACATACTCAACCGACCACCGCACTTTCAAGTGAAGT- AATCATCCTTGGCAATTAAGAGAAAAA
0. nerka AACATACTGAACCGACCACCACACTTTCAAGTGAAGTAAATCATCCTTGGCAATTAAGAGAGAAA
O. tshawytscha | AACATACTGAACCGACCACCACACTTTCAAGTGAAGT- AATCATCCTTGGCAATTAAGAGAAGAA
O. mykiss AACATACTGAACCGACCACCACACTTTCAAGTGAAGT- AATCATCCTTGGCAATTAAGAGAAAAAA
S. trutta AACATACTGAACCGACCACCACACTTTCAAGTGAAGA- AATCATCCTTGGCAATTAAGAGAAAAAA
S. salar AACATACTCAACCGACCACCGCACTTT CACGTGAAGT- AATCATCCTTGGCAATTAAGAGAAAAAA

[Tpumeuanue. HykneoTnHble 3aMEHBI BBIEIEHBI )KUPHBIM HIPU(TOM U yKa3aHbl B KaKJOM I'eHE
10 CPAaBHEHUIO C JIMJAECPHOM MOCIEA0BATEIBHOCTBIO MAJIbMBI.

JIupepnass mocnenoBarenbHOCTh TeHa GHI1 Tuxooxeanckux mnococeit (O.
nerka, O. tshawytscha, O. mykiss) u S. trutta waeHTHYHa JUAEPHOMN
nocneaoBareabHocTd reHa GH1 rosbios. JlugepHas nocineaoBarenbHOCTS S. salar
UMeEEeT OJIHY HYKJICOTHAHYIO 3amMeHy. B rene GH2 nunepnas nmocinenoBaTebHOCTD

Bappupyert (Tabdmn. 3.6). [InuHa muaepHO# MOCIen0BaTeIbHOCTH STUX BUJIOB B T€HE
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GHI1 ogunakoBa u coBnajaeT ¢ JJIMHOW JUAEPHON MOCIEA0BATENLHOCTH TOJIbIIOB
(64 n.1.). JlnmuHa nuaepHo# nmocnenoBarenbHocT B reHe GH2 cocrapiser 65 1.H.,
3a wuckmouyennemM rteHa GH2 O. tshawytscha, B kotopom mumepHas
MOCJIEIOBATEIBLHOCTh UMEET JITMHY 64 I1.H.

B renmax GH roipiioB HaljeHO HATh KOJOHOB JJIsS IIMCTEHHA, IOJIOKCHHUE
KOTOPBIX UJCHTUYHO B T€HaX-Mapajiorax y Bcex 4eThIpéx BUA0B. [IepBriil ocTaToK
MCTENHA, BXOJSAIIUN B COCTaB CUTHAJIBHOTO MeNTuaa, koaupyercs B rene GH1
tpumietoM TGT, a B rene GH2 — tpumnerom TGC. YeTbipe ocTanbHBIX OCTAaTKa
BxoaaT B coctaB 3penoro Oenka (Cys49, Cysl61, Cys178 u Cys186). Ilepsbrit
OCTaTOK IMCTEHHA, KOJUPYETCS BTOPBIM K30HOM, 2-Oi — TPEThUM, 3-ii — IATHIM,
4-i1 1 5-1 — mecTbIM PK30HOM. Takoe pacrojoKEeHHWE LUUCTEMHOBBIX OCTAaTKOB
XapaKTEPHO U IS APYTUX UCCIEOBAaHHBIX BUIOB JIOCOCEBBIX PHIO.

Hyxkneotunseiii coctaB mociea0BaTEIbHOCTEN, KOJIUPYIOMIUX 3pEblid OCIIOK
reHoB GH1 u GH2, y Bcex ucciaegyembIX BHIOB JIOCOCEBBIX MPAKTUYECKU HE
OTJINYAeTCs U B cpeiHeM cocTaBiiseT: B rene GH1 — 27%, 20,2%, 28,5%, 24,3%, B
reae GH2 — 27,1%, 20,3%, 28,5%, 24,2% nna A, T, C, G cOOTBETCTBEHHO.
Haceimenue 1-o#, 2-0ii, 3-eif MO3UIMK KOJOHOB B IIEJIOM COBIIAJIAET Y Pa3HbIX
BUJIOB U HE3HAYUTEJILHO OTIMYAECTCS MEXIY AByMs reHamu. B mepBoil mo3uiuu
KOJIOHA Mpeo0diafaeT aJeHuH, BO BTOPOM — aJicHUH U TUMUH, B TPEThEU — [IUTO3UH
¥ ryanuH (tabmu. 3.7).

Tabnuua 3.7
CpennHue 3HaYeHMS YaCTOT OCHOBaHUMU B 1-oM, 2-0M, 3-eM MOJIOKEHUAX KOJOHA B

renax GH nmococéBbix prio, %

GH1 GH2
OcHoBaHUE
1-oe 2-e 3-e 1-e 2-¢ 3-e
A 329 38,6 9,5 32,6 39,3 9,3
T 17 32 12 17 31 13
C 25,7 14,5 453 26,3 14,2 449
G 242 15,3 33,3 241 15,4 33
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3.1.2 XapakTepuCcTHKA HEKOAMPYIOUIUX MMOCJIe0BATEILHOCTE — HHTPOHOB

[lpu aHanmM3e HEKOIUPYIOUIMX IOCIEIOBATEIBHOCTEH YCTAHOBJICHO, 4YTO
HYKJICOTHIHBIC TIOCIICIOBATEIIBHOCTA 1-T0 MHTpPOHA MACHTUYHBI y S. malma u S.
curilus B xaxxmom rene. [locnenoBatensHOCTh 2-T0 HHTpOHA TeHa GH1 naenTnyHa
y S. curilus, S. malma, S. taranetzi. ITarerit uaTpoH rena GH1 mneHTHUEeH y S.
malma u S. levanidovi, a nsateiii uaTpoH rena GH2 upentuuen y S. curilus u S.
malma. [muHa mepBbIx AByX HHTpoHOB reHa GHI1 wupenTHyHa y BceX BHIOB
TOJIBLIOB U coCTaBisieT 455 m.H. u 136 m.H. COOTBETCTBEHHO. JIJTMHBI OCTaJIbHBIX

uHTpoHOB B reHax GHI1 um GH2 rosibplioB BapbUPYIOT, HO HE3HAYUTEIBHO (TaOJI.

3.8).

TabOmuma 3.8

Jlmmaet naTpoHoB reHoB GH1 u GH2 nococéBbix peIO, 11.H.

Bu HNutponsr GH1 HNutponsr GH2
A B C D E A B C D E

S. curilus 455 | 136 | 715 | 1043 | 620 | 463 | 124 | 624 | 1171 | 226
S. malma 455 | 136 | 721 | 1044 | 620 | 463 | 124 | 624 | 1171 | 226
S. taranetzi 455 | 136 | 721 | 1044 | 622 | 465 | 123 | 623 | 1171 | 226
S. levanidovi 455 | 136 | 721 | 1043 | 620 | 463 | 123 | 623 | 1168 | 225
S. salar 464 | 142 | 821 | 1117 | 218 | 461 | 136 | 454 | 1176 | 220
0. nerka 392 | 136 | 710 | 1145 | 586 | 470 | 138 | 445 | 964 | 220
O. tshawytscha | 403 | 136 | 723 | 1170 | 592 | 457 | 138 | 445 | 1108 | 217

Pa3mepsr uHTpOHOB Kax a0l kormuu reHa GH He3HAUMTENbHO OTIAMYAIOTCS Y
pa3HbIX BHJIOB TOJBIOB, HO BapbupyloT mMexay GHI u GH2. CpaBuuTenbHbIN
aHaJIM3 TOKa3aj, YTO HauOOJBIIYIO0 Pa3HUILY B JUTMHE TIOCIIEIOBATEIBHOCTH UMEET
nsAThlil uHTpOH (E). nnna storo unatpona B rene GH1 ronbsuoB npumepro Ha 400
HyKJIeoTu10B Oombine, yeM B reHe GH2. Pasmep untpona E Taxke otnnuaercs

MeXIy IByMsi n3ydeHHbIMU reHamu GH TuxookeaHckux jococeil. J[mmHa nsaroro
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unTpoHa B reHax GH1 u GH2 S. salar moutu coBmajmaet, pa3sHHIIA COCTABIISIET 2
.H. (Tadm. 3.8).

JIBa rena GH y BumoB poma Oncorhynchus u S. salar taxke oriaudarorcs
pasmepoM unTpona C, kotopsiit B cpeHeM Ha 300 m.H. 6osbine B renax GHI1, yem
B GH2. V¥ romsios poxa Salvelinus pasanma B jymmae naTpoHa C cocraBmia ~ 100
.H. (Tabm. 3.8).

Hyxneorunueiii cocraB uHTpoHoB TeHoB GH1 m GH2 y pasnbix BHIOB
MPaKTUYECKA HE OTIMYAeTCs, U B cpeaHem coctamiseT: B reHe GH1 — 30,0%,
31,9%, 21,1%, 17,0%, B rene GH2 — 30,9%, 32,0%, 20,0%, 17,1% na A, T, C, G
COOTBETCTBCHHO.

CpaBHUTENBHBIA AHAIU3 HYKICOTHIHBIX IMOCJIEIOBATEIBHOCTEN HHTPOHOB
rera GHI1 BbIIBU Hamuume JeNelMd y OJHOTO W3 BHJIAOB pa3MepoM 6
nykieotuioB — GTCTAC B tperbem mutpone (C). ¥ S. malma, S. taranetzi u S.
levanidovi mpucyTCTBYIOT JBE TaHICMHBIC KOIMHU 3TOrO ydacTka, a y S.curilus —
onHa (tabin. 3.9). V amepukanckux BuaoB ronbioB (S. alpinus, S. namaycush, S.
leucomaenis, S. fontinalis) taxke oOHapyXeHBI JBE KOIHWU JAHHOTO ydJacTKa 3a
uckimouenuem S. fontinalis, y xotoporo B pe3ynbraTe HYKJICOTHIHOW 3aMEHBI
NPUCYTCTBYET OJHA Komus JaaHHOro ydvactka. B remax GH1 O. nerka, O.
tshawytscha w S. salar omna w3 kommii STOro ydYacTka TakKKE COJCPIKHUT
HyKJeoTuaHbIe 3aMeHbl. B nHTpoHe C rena GH1 S. namaycush BeisiBieHa aenenus
pasmepom 9 mH. — ATCACAATC. Takas xe nmemernus, HO Ha 3 T.H. KOpode
(ACAATC), mpucyrcrByet y O. nerka, O. tshawytscha.

[Tpu cpaBHeHuu 8 BHUIOB ToJiblloB B 4eTBEPTOM MHTpoHE (D) rema GH1
oOHapykeHa aemenus pasmepom 11 mykmeornmoB — ACAGTGACATG. V S.
leucomaenis mpucyTCTBYIOT JIB€ TaHAEMHBIC KOITUHM 3TOTO Y4acTKa, a Y OCTAIbHBIX
BUJIOB roJiblioB — oAHa (Tadi. 3.10). B uatpone D O. tshawytscha u S. salar raxke
BBISIBJICHA OJIHA KOIHS JaHHOTO ydyacTka, y O. nerka 3To y4acTok COAEPIKUT OJHY

HYKJICOTUHYIO 3aMEHY.
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Tabmura 3.9

Otnnyaroniuecs yaactku B uatpone C rema GH1 ronpsmos poaa Salvelinus

Bun Nutpon C GH1

S. alpinus GTGGTTTGTCTACGTCTACATTCTCAG
S. leucomaenis GTGGTTTGTCTACGTCTACATTCTCAG
S. fontinalis GTGGTTTGTCTATGTCTACATTCTCAG
S. namaycush GTGGTTTGTCTACGTCTACATTCTCAG
S. curilus GTGGTTTGTCTAC------------- ATTCTCAG
S. malma GTGGTTTGTCTACGTCTACATTCTCAG
S. taranetzi GTGGTTTGTCTACGTCTACATTCTCAG
S. levanidovi GTGGTTTGTCTACGTCTACATTCTCAG

Tab6muma 3.10

Otnuyaroruecs ydactku B uatpone D rena GH1 roasios poaa Salvelinus

Bun Nutpon D GH1

S. leucomaenis TTGGGGTTTACAGTGACATGACAGTGACATGAAAGGGAAA
S. alpinus TTGGGGTTT -—-- ACAGTGACATGAAAGGGAAA
S. fontinalis TTGGGGTTT -—-- ACAGTGACATGAAAGGGAAA
S. namaycush TTGGGGTTT - ACAGTGACATGAAAGGGAAA
S. curilus TTGGGGTTT - ACAGTGACATGAAAGGGAAA
S. malma TTGGGGTTT - ACAGTGACATGAAAGGGAAA
S. taranetzi TTGGGGTTT - ACAGTGACATGAAAGGGAAA
S. levanidovi TTGGGGTTT - ACAGTGACATGAAAGGGAAA

[Ipu cpaBHeHuu TmOCienOBaTeIbHOCTE uWHTpoHOB TreHa GH2 y S,

leucomaenis B TpeTbeM HHTPOHE OOHApy)XeHa Jelelus pasmepoM 167 T1.H.,

koTopast Takxke umeercs y O. nerka, O. tshawytscha, S. salar. B uderBéprom

uaTpone rena GH2 S. levanidovi BeIsIBIIEH y4aCcTOK, OTIMYAIONIUICS OT OCTAIbHBIX

UCCIICIOBAaHHBIX HaMHM TpEX BUAOB (TaOJL.

3.11).

OTOT Y4YacTOK TakKke

HPUCYTCTBYET y TPEX aMepUKAaHCKHUX TOJIBIOB, S. namaycush, S. leucomaenis, S.

fontinalis, a B rene S. alpinus magentnuen S. curilus, S. malma, S. taranetzi.

JlanHbIi y4yacTok Takxke oOHapyxkeH B rene GH2 O. tshawytscha u S. salar, Ho
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orcyrctByeT y O. nerka B pesysibrare MpOTSHKEHHON AeEUU B 3TOM oOyactu. B
4eTBEPTOM MHTPOHE a3MaTCKUX BHJOB TOJIBIIOB, a Takxke y S. alpinus u S.
namaycush BeisBieHa nenenus pasmepom 6 m.H. — AGATAT, mo cpaBHeHHIO ¢ S.
leucomaenis u S. fontinalis. B renax Hepku, YaBBIYM W aTJIAHTHYECKOIO JIOCOCS

JlaHHAas JeJels He OOHapyXKeHa.

Tabmuma 3.11

OTtnmuyarormuecs ydactku B uaTpoHe D rena GH2 ronsios pona Salvelinus

Bun HNutpon D GH2

S. leucomaenis CTAGTTAGAAA--------- GCATA—GTGTAGGA
S. fontinalis CTAGTTAGAAA--------- GCATA—GTGTGGGA
S. namaycush CTAGTTAGAAA--------- GCATA—GTGTAGGA
S. levanidovi CTAGTTAGAAA--------- GCATA—GTGTAGGA
S. alpinus TAACTAGGAAAAGAGGCAGACGTGTAGGA
S. curilus TAACTAGGAAAAGAGGCAGACGTGTAGGA
S. malma TAACTAGGAAAAGAGGCAGACGTGTAGGA
S. taranetzi TAACTAGGAAAAGAGGCAGACGTGTAGGA

[Ipu ananm3e HHTPOHHBIX y4dacTKOB TreHOB GH TOJBIIOB OOHApYKEHBI
DJIEMEHTBI OTBETA, paHee BBHIABIEHHBIC B reHax GH npyrux BUIOB JIOCOCEBBIX
(Bernardini et al., 1999, Phillips et al., 2004, Von Schalburg et al., 2008). Taxk, B
yerBépTOoM HHTpOHE (D) reHoB GH y Bcex BHIOB roJbIIOB OOHAPYKEH AJIEMEHT
CRE. DtoT »2/MeMeHT OTBETCTBEHEH 3a CBs3biBaHHE ¢ HTAMD-3aBUCHMBIM
TpaHckpunimoHHeiM ¢pakropom (CREB) u moxer ydactBoBaTh B perymsiuu
tpanckpunuuu (Montminy et al., 1990). B reme GHI1 rompunoB CRE-3nement
npejcTaBicH naauHapoMHon mocienoareabHocThio (ACTGCAGT). DiemeHT
CRE B reme GH2 ormmuaerca ot mnociemoBarenbHocTH reHa GH1  omHoit
HYKJICOTHIHOM 3ameHoM (puc. 3.2, Tadu. 4.5).

B unrpone C renoB GH ronpuoB oOHapy>kKeH 3CTPOreH-4yBCTBUTEIbHBIN
anmement (ERE) (Driscoll et al., 1998) (puc. 3.2). Daemenr ERE — 5310

uHBepTUpoBaHHbIM nanuHapomublid oBTop, GGTCANNNTGACC, cBs3biBasch ¢
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KOTOPBIM PELENTOPBI 3CTPOTEHOB aKTUBUPYIOT TPAHCKPHUIIIIHIO COOTBETCTBYIOIINX
reroB (Klein-Hitpass et al., 1988). Ilpu cpaBHenuun mnociemoBaTenbHocTei ERE
BOCBMH BHJIOB TOJBIIOB BBISBICHO IO OJHOW HYKJICOTHIHOW 3aMEHE B KaXKIOM
rere. B rene GH1 3amena oOHapy»keHna B nocienoBarenbHoctd ERE S. malma u S.
curilus, B reme GH2 y S. leucomaenis u S. fontinalis. (tabm. 4.2.).
[TocnenoBarensHOCTh ERE-351€MeHTa ¥y OcTanbHBIX BHIOB robioB (S. alpinus, S.
namaycush, S. taranetzi, S. levanidovi) uaentnuna B kaxkgom rese. /[sa rema GH
OTJMYAIOTCS OJHUM HYKJICOTHIOM (puc. 3.2, Tadi. 4.2).

Taxxe B mHTpoHe C OOHApYKCHBI KOHCEHCYCHBIC TOCIEIOBATEIBHOCTH
CaliTOB CBSI3bIBAHUS THIIO(PU3-CIICHU(DUIHOTO TPAHCKPUTIIIMOHHOTO (hakTopa Pit-1
(A/T3NCAT), Bxomsmue B coctaB nByX AT-Ooratbix oOnacteit mHTpoHa C H
paHee BbIsiBJICHHBIC B TeHe GH2 mukmwku (Bernardini et al., 1999). B rene GH2
TOJIBIIOB  ITOCJICJIOBAaTeIbHOCTE Pit-1-cBs3bIBaromero caiita mepBoi oOnacTh
COZCPKHT OFHY HYKJICOTHIHYIO 3aMeHy 1o cpaBHeHHI0 ¢ O. mykiss. MckmoueHne
coctarisgeT S. leucomaenis, y KOTOpOro B JaHHOM caiTe OOHapyKeHO 2
HYKJICOTHIHbIC 3aMeHbl (Tabn. 4.3). IlociaemoBaTelbHOCTH mepBoro caiira Pit-1
BTOpOU 00JIACTH MICHTUYHA TocienoBarenbHocT O. MyKiss, 3a UCKIIOUeHHEM S.
fontinalis u S. leucomaenis, cait Pit-1 KOTOPBIX COAEPKHT IO OJHOU
HYKJICOTUIHOM 3aMeHe 1o cpaBHeHmto ¢ O. mykiss. [TocnemnoBaTensHOCTE BTOPOTO
caiira Pit-1 naeHTHYHA y BCeX BHIOB TOJIbLOB, u oTandaercs ot O. mykKiss omHoii
HYKJICOTHIHOM 3aMCHOM U JeJeIuei oaHoro HykieoTuaa (tad. 4.3).

[TocnenoBatenbHOCTh Pit-1-CBsI3bIBAOIIETO caliTa TEPBOM 007JacTH TeHA
GH1 rospioB KOHCEpBATHBHA Y BCEX BUAOB U HICHTHUYHA IOCJIEIOBATEIHLHOCTH
caiita rena GH2 ronpuos (tabdn. 4.4). Ilepssiit caiit Pit-1 BTOpOit 00nacTu rena
GH1 rompmoB 3HauuTenbHO oTiMuYaercss ot reHa GH2 wu  oOHapykuBaer
KOHCEPBAaTHUBHOCTh TOJILKO B IICHTpPAJbHOW CBoeW dYactu. Bropoi caiitr Pit-1
KOHCEPBATUBEH Y BCEX BHJOB TOJBIOB W HJACHTUYEH AaHAJOTUYHOU

nocienoBareabHocT rena GH2 (ta6in. 4.4).
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GH1: GGGCAAGCAGACC GH1: ACTGCAGT
GH2: ... T......
+1
5 Ex1 Ex2 Ex3 ERE Ex4 CRE Ex5 Ex6 3
1 - -
A B D
Pit-1 Pit-1 E
aacata obmacte 1 00macTs 2

/GHli TGATTCCAAAATAAATAACAGGG GH2: TTCTCCAGCCATGTATCATGTAAATGATATGGCATCTCAAGCTGTACAATACAACTCAAC
GH2: TGATTCCAAAATAAATAATAGGG GHL: oo ATCATGTAAAT...... AGGGCATCTCAAGCTGTACAATACAACT.........

Puc. 3.2. CxeMa pacroyioxeHHsl PeryJIsSTOPHBIX DJICMEHTOB B HHTpOHaX reHoB GH
pe10 cemeiictBa Salmonidae. TlocienoBaTelbHOCTH 3JEMEHTOB yKa3aHbl IS S.

levanidovi. Caiitel cBsi3piBanus Pit-1 moguepkHyTHI.

3.2. JIuBepreHiusi KOAUPYHOIHMX H HEKOAMPYIOLIUX MOCIeA0BATEIbHOCTEI
redioB GH rosbmoB poaa Salvelinus u qpyrux JiococéBbIx pbio

3.2.1 /IluBepreHus 3K30HOB B reHax-NMapajorax

B kauectBe BHENIHEH rpymibl B GUIOTEHETUYECKOM aHAIU3E KOAUPYIOITUX
MOCJICIOBATEIPHOCTEH ObLIa WCIOJIb30BaHA TOCIEAOBATEIIBHOCTh T€HA TOPMOHA
pocta Esox lucius, mockonbky mpeamonaraercs, uto IrykoBbie (Esociformes)
SBJISIIOTCSL TIPEIKOBOM Tpymmoi i jococeBoix poid (Ramsden et al., 2003;
Osinov, Lebedev, 2004; Campbell et al., 2013). ITocne BeIpaBHUBaHUSA DK30HOB
redkoB GH1 wu GH2, B TOM 4umncine »5K30HOB TE€HOB-MAPAJIOTOB JAPYTrHX
NpEICTaBUTEIICH  CeMEWCTBa  JIOCOCEeBBIX  (HEpKHM,  YaBBIYM,  MHKHXKH,
aTJIAHTHYCCKOTO JIOCOCS, KyMJKH), JUIMHA HCCISIyeMOH TOCIIeI0BaTeIbHOCTH
cocraBmwia 639 m.H., u3 kotopeix 126 BapuaGenbHbIE M 52 (PUIOTCHETUYECKU
nHpopmaTuBHEIC. [0 JTaHHBIM HYKJICOTHIHBIX MTOCIIEI0BATEILHOCTEHN Sk30HOB GH
ICHOB OBUIM pacCUMTaHbl T'eHeTHdeckue auctanimu (tabm. 3.12). Cpeanss
BEJIMYMHA PA3IMIUN MEXKITY KOJAUPYIONTUMHU TOCICIOBATEIPHOCTSIMHY TapajoroB y

JococeBbIX pbIO cocraBmina 4,8% HYKIEOTHUIHBIX 3aMEH, BHYTPU BHJIOB pPoOjia

Salvelinus 4,4%.



p-AUCTaHIKN Mex Ty dk30Hamu reHoB GH1 u GH2, %

Tabmura 3.12

Bun 1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18
1 | S. curilus ghl
2 | S. malmaghl 0,00
3 | S. taranetzi ghl 0,16 | 0,16
4 | S. levanidovi ghl 0,16 | 0,16 | 0,32
5 | S.salar ghl 2,37 | 2,37 | 253 | 2,53
6 | S.truttaghl 2,84 | 2,84 | 3,00 | 3,00 | 2,69
7 | O. nerka ghl 363 | 363 | 3,79 | 3,79 | 348 | 111
8 | O.tshawytschaghl | 3,32 | 3,32 | 3,48 | 348 | 3,16 | 0,79 | 1,11
9 | O. mykiss ghl 284 | 284 | 300 | 3,00 | 269 | 0,00 | 1,11 | 0,79
10 | S. curilus gh2 442 | 442 | 458 | 458 | 474 | 616 | 6,79 | 648 | 6,16
11 | S. malma gh2 442 | 442 | 458 | 458 | 474 | 6,16 | 6,79 | 648 | 6,16 | 0,00
12 | S. taranetzi gh2 427 | 427 | 442 | 442 | 490 | 6,00 | 6,64 | 632 | 600 | 0,47 | 047
13 | S. levanidovi gh2 4,27 4,27 4,42 4,42 4,27 5,37 6,00 5,37 5,37 1,11 1,11 1,26
14 | S. salar gh2 458 | 458 | 4,74 | 474 | 3,79 | 490 | 537 | 521 | 490 | 3,32 | 3,32 | 348 | 2,69
15 | S. trutta gh2 4,11 411 4,27 4,27 3,16 3,79 4,42 4,11 3,79 3,95 3,95 4,11 3,16 2,69
16 | O. nerka gh2 506 | 506 | 521 | 521 | 411 | 474 | 537 | 490 | 474 | 411 | 411 | 427 | 3,32 | 3,00 | 1,58
17 | O.tshawytschagh2 | 4,90 | 490 | 5,06 | 506 | 3,95 | 458 | 521 | 490 | 458 | 427 | 427 | 442 | 3,48 | 284 | 1,42 1,74
18 | O. mykiss gh2 411 | 411 | 427 | 427 | 3,16 | 3,79 | 442 | 411 | 3,79 | 411 | 411 | 427 | 3,32 | 2,84 | 0,63 190 | 1,74
19 | E. lucius gh 12,82 | 12,82 | 12,98 | 12,98 | 12,98 | 13,62 | 14,10 | 13,46 | 13,62 | 12,66 | 12,66 | 12,98 | 12,18 | 13,14 | 12,82 | 13,30 | 13,30 | 12,66

89
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[Tpu ananm3e pa3TUIHBIMU METOJAMHU OBUTH TIOJTYYSHBI CXOHBIC TOMIOJIOTHI
¢unorenernyeckux  aepeBbeB  (pmc. 3.3, 3.4, 3.5). Kax BujgHo,
MIOCIIEIOBATEIHFHOCTH KaX/I0TO U3 TEHOB C BHICOKOW MOMIEPKKON O0BETUHSIOTCS B
OTJeNbHbIE KiacTepbl. [Ipu 3ToM Tomonorum 006eux KiIaj B IEJIOM COTJIAacyIOTCS
JPYT C APYTOM, XOTS ITO HEKOTOPHIM BETBSIM OOHAPYKHBAIOTCS Pa3IIAIHSL.

[TocnenoBarensHocTH TeHOB BHAoB poxaoB Salvelinus u Oncorhynchus
(GOpMHUPYIOT OTHENbHBIE CYOKIacTephl, B TO BpeMsl KaK IIOCIICAOBATEIIEHOCTH
TeHOB BHJIOB poja Salmo He oOpa3yror Ttakoro cyoOkiacrepa. Tolbko B cCirydae
rena GHL1 S. salar ¢popmupyer oTaenbHbIl cyOKiIacTep, a S. trutta HaxoguTcs B
cyoknactepe ¢ Bugamu pojaa Oncorhynchus. B ciywae rena GH2 S. trutta taxke
HAXOJUTCS B CyOKIacTepe ¢ THXOOKEaHCKUMHU JIOCOCSAMHU, a S. salar rpynmupyercs
¢ rompuamu poxa Salvelinus. Bo Bcex ciyuasx OyTcTpenm MOAJEp:KKa 3THUX
moJiokeHui Bennka, ot 0,94 no 1,00.

OuIOreHeTHYECKNE  JIEPEeBhsi, OCHOBAHHBIE HA  aMHUHOKHCIOTHBIX
MOCNIEIOBATEIBHOCTSAX, TMPHUBEACHBI Ha pHcyHkax 3.6 u 3.7. BertBu
TIOJIICPXKUBAIOTCSA  CJIa00, YTO OYEBUAHO OOYCIOBJICHO HEOOJBIIUM YHCIOM
UH(POPMATHUBHBIX MPHU3HAKOB. TeM He MeHee, MOJOXKEeHHE BUAOB ponaa Salmo nHa
¢dunorpamme, Kak u B ciiydyae ¢ 3K30HHBIMH MOceAoBaTebHOCTAMH (puc. 3.3, 3.4,
3.5), nmpotuBopeunBo. Hambosiee BEpOSTHON MPUUYMHON HECOOTBETCTBHUS MOTYT
OBITH pa3nu4HbIe POPMBI OTOOPA.

[IpucyrcTBre 0TOOpa OBUIO MPOAHATU3UPOBAHO MYTEM MPOBEPKU HYJIEBOM
runote3bl (HO: dN = dS) npotus tpéx anmbrepHatuBHBIX runote3 (H1): 1) tect Ha
Hammuue otoopa (AN # dS), 2) mnonoxutenbubii otoop (AN > dS), 3)
orpunatenbhbiii 0T00p (AN < dS), ucnone3ys Z-rect. OnpenencHue Buaa 0ToOpa

MPOU3BEACHO ¢ TOMOIIBI0 AUGPEPEeHIIMH HECHHOHMMHYHOW W CHHOHUMHUYHOMN

nuctannuii (Dd = dN — dS).
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S. curilus gh2
S. malma gh2

S. taranetzi gh2

0,95 S
S. levanidovi gh2

S. salar gh2
0,98

098 S.trutta gh2

O. mykiss gh2

0. nerka gh2

0,80
O. tshawytscha gh2

r S. curilus ghl

1,00 | S. levanidovi ghl

— S. taranetzi ghl

0,98 - S. malma ghl

0,90 S. trutta ghl

O. mykiss ghl
0,94

0. nerka ghl
0,89
O. tshawytscha ghl

— S.salar ghl

0.1 E. lucius gh

Puc. 3.3. ®unoreneTnueckoe AepeBO, PEKOHCTPYUPOBAHHOE 110 JaHHBIM JK30HOB

redoB GH1 u GH2 ¢ momornisto 6aiiecoBOro MoIeTupOBaHUSI.
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S. curilus ghl

100 | S- levanidovi ghl

 S. taranetzi ghl

S. malma ghl

63 S. trutta ghl

100 O. mykiss ghl

O. nerka ghl
68

O. tshawytscha ghl

— S.salar ghl

63 S. curilus gh2

99| S. malma gh2

88 S. taranetzi gh2

[ S. levanidovi gh2

S. salar gh2

66 S. trutta gh2

O. mykiss gh2
61
O. nerka gh2

O. tshawytscha gh2

01 E. lucius gh

Puc. 3.4. ®unoreneTnueckoe AepeBO, PEKOHCTPYUPOBAHHOE 110 JaHHBIM JK30HOB

reHoB GH1 u GH2 meToioM MakcuMallbHOTO TIPaBIOTO100USI.
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 S. taranetzi ghl

~ S. levanidovi ghl
100

S. curilus ghl

S. malma ghl

98 S. trutta ghl

100 O. mykiss ghl
93

O. nerka ghl
82

O. tshawytscha ghl

| —S.salar ghl

S. trutta gh2
83
86 O. mykiss gh2

O. nerka gh2
84

O. tshawytscha gh2

90 S. curilus gh2

98 | ' S. malma gh2

9 S. taranetzi gh2

— — S. levanidovi gh2

S. salar gh2

01 E. lucius gh

Puc. 3.5. ®unoreHeTn4eckoe IepeBO, PEKOHCTPYUPOBAHHOE MO JAHHBIM 3K30HOB

redoB GH1 u GH2 ¢ nmomoIpio MeTo1a 00beIUHEHNS COCENEH.



S. levanidovi gh2

60
- S. curilus gh2
’—[L S. taranetzi gh2
19

ﬁs. malma gh2

S. salar gh2

53 O. nerka gh2
64 ——— 0. tschawytsha gh2
90, S. trutta gh2
O. mykiss gh2

S. salar ghl

S. curilus ghl

99 S. malma ghl

S. taranetzi ghl
S. levanidovi ghl
O. nerka ghl
’7 O. tschawytsha ghl
T S. trutta ghl
0. mykiss ghl

97

E. lucius gh

0,01

Puc. 3.6. ®unorenernyeckoe AepeBO, PEKOHCTPYUPOBAHHOE
Ha OCHOBE aMHWHOKHCIIOTHBIX TOCJIEA0BATEIILHOCTEH T'eHOB

GH1 u GH2 MeToa0M MakKCUMAaJIbHOTO MPaBAOTIOI00MS.

58 |S. curilus gh2
5’3_Emalma gh2
43 S. taranetzi gh2

48 S. levanidovi gh2

14 S. salar gh2

475 O. tschawytsha gh2
95 O.nerka gh2
84 | S. trutta gh2
23 4‘— O. mykiss gh2
— 0. nerka ghl
S. trutta ghl

99

64 HF O. tschawytsha ghl

O. mykiss ghl
— S. salar ghl
L S. curilus ghl
37 99 ‘S. malma ghl

‘ S. taranetzi ghl
S. levanidovi ghl

E. lucius gh

0,01

Puc. 3.7. ®unorenernueckoe J1IepeBO, peKOHCTPYUPOBAHHOE
HAa OCHOBE aMUHOKHUCJIOTHBIX MOCIEIOBATEIbHOCTEH T'€HOB

GHI1 u GH2 meTtonom o0bEIHHEHUS COCEE.

€L
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s renoB GH1 u GH2 nonyuens! oTpuiiaTenbHble 3HaUeHUS AudPpepeHum
auctannuid (AN — dS) (ta6m. 3.13), 4To 1MO3BOJIIET MPEATNOI0KUTH OUUIIAFOIIIHIA
otbop. Jlms onpeneneHnss CTaTUCTHIECKON JOCTOBEPHOCTH ATOTO MPEATIONOKCHHUS
obu1 mpoBeAéH Z-tect. B Tecre Ha Hammuwme otobopa (AN # dS) m Tecte Ha
ountaromuii oroop (AN < dS) momyuyensr 3HaueHus BepositHocTH (P) Menbmie 0,05
(tabmn. 3.13). CnenoBarensHo, HyseBas rurnote3a (AN = dS) oTkimoHsIeTcs B 110JIB3Y
aIbTEPHATUBHON THIOTE3bI OTpHUIATENLHOTrO0 oTOOpa. Takum 0Opa3oM, 3BOIIOIUSI

GH1 u GH2 mpoucxoamia B pexXuMe OYHUIIIAIONIETO 0TOOpA.

Tabmuma 3.13
Cpennue 3HAUYCHHWS CUHOHMMHWYHBIX W HECHHOHUMHUYHBIX  JUCTAHITUH,
muddepeHnnii TUCTaHIUM, BEPOSTHOCTEM OTKIOHEHUS HYJIEBOW THUIIOTE3bl B
MOJIB3y aNbTEPHATUBHBIX (p) MO pesynbraram Z-tecta s reHoB GH1 u GH2

JIOCOCEBBIX PBIO

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 (N # dS) 0,0201 0,0000027

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

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

[Tpumeuanue. 3Hauenus p < 0,05 cuntaTh 3HAUMMBIMHU.

Pesynbratet HyPhy ananmsa Koaupyrommx MOCICIOBATSIBHOCTEH TI'€HOB
GH1 u GH2 mnpencraBnensl B Tabnaunax 3,14 u 3,15 coorBerctBeHHo. Cpennsis
BeJIMYrHa O, onleHeHHass MetogoM SLAC, cocrasuina 0,255 mis GH1 u 0,149 s
GH2. Hu onun u3 ucnonb3zoBaHHbiXx MeTonoB (SLAC, FEL, REL) ne BbIsiBHI
CalTOB, HAXOAIINUXCS IO MOJOXKHUTEIbHBIM 0TOOpoM. B rere GH1 komuuectBo
KOJIOHOB, HaXOJSIIMXCS MO ACHCTBUEM OTPUIATEIBLHOTO O0TOOpa, cOCTaBUIO 4 U
12 nns SLAC u FEL coorBercTBenHO. MeTonm REL Bce KOm0HBI pacrio3Hall Kak

HaXOZSIIKEcs Mo ouninaromum oroopom. Hetsipe caiita (16-Phe, 18-Ser, 95-His,
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121-Asn) unentudunupoBanHsie SLAC, Taxxe BbIsBIeHb MeTogoMm FEL (Tabm.
3.14). D10 TOBOPHT O TOM, YTO 3TH CAWTHI HAXOATCS IO/ OUHUIIIAIOIIUM OTOOPOM C
OYEHb OOJIBIION BEPOSATHOCTHIO.
TaOmuma 3.14
CymmapHsIit pesynbrat HYPhy aHamm3a Koaupyrommx H0CIeI0BaTeIIbHOCTEH

reHoB GH1 nococéBbix prIO

SLAC FEL REL
Konon
dN — dS p dN — dS p dN — dS | baiiecoBckuii
(axTop

16 -82,739 0,098 -379,327 0,039 -0,746 0,000
18 -82,739 0,098 -276,193 0,050 -0,746 0,000
34 -73,716 0,187 -2352,750 0,056 -0,746 0,000
45 -71,026 0,127 -348,762 0,046 -0,746 0,000
64 -64,656 0,139 | -173108,000 0,003 -0,746 0,000
95 -82,739 0,098 -284,269 0,053 -0,746 0,000
96 -37,324 0,218 -848,547 0,026 -0,746 0,000
121 -82,739 0,098 -3383,410 0,002 -0,746 0,000
157 -55,947 0,251 -3621,570 0,039 -0,746 0,000
170 -24,407 0,333 -209,308 0,087 -0,746 0,000
178 -82,739 0,129 -996,858 0,016 -0,746 0,000
182 -24,407 0,333 -166,707 0,096 -0,746 0,000

[Tpumeuanus: CTaTUCTUYECKHM 3HAYUMbIE BEJIWYMHBI BBIACIEHBl JKUPHBIM  IIPUPTOM.
[Tono>keHNsT KOAOHOB yKa3aHbl JJIsl MOJHOW aMHUHOKHMCIOTHOM IIOCJIENOBATEIbHOCTH, BKIIIOYAs
curHanpHbel nentua. Meronx REL unentuduuupoBan Bce KOJOHBI, KaK HaXOMASAIIUECS MOJ
OTPHILIATEILHBIM 0TOOPOM.

B reme GH2 koanuecTBO KOJOHOB, HAXOJAIIMXCS TOJ JICHCTBHEM
oTpuniateapbHoro oroopa, cocraBmwio 1, 17 m 30 mns SLAC, FEL u REL
coorBercTBeHHO. OmuH caiT (179-Glu) obnapyxennbiii Mmeromom SLAC, Takxe
BBISIBJICH JBYMSI APYTMMHU MeToaamu. KomoHbI, HIeHTH(DUIIMPOBAHHBIE METOIOM
FEL, Taxoke BoisBieHbI MeTo oM REL (Tadm. 3.15).

[MIpu cpaBHenun pesyabTaroB HyPhy ananmsa renmoB GH1 u GH2
oOHapykeHOo, uTo uYeThipe komgona (16-Phe, 95-His, 170-Gly, 178-Tyr),
HaXOJAIUEeCs oA JecTBHEeM ouuiatoniero oroopa B rene GHIL, Takxke

BbIsiBJICHBI B Tene GH2 (tadm. 3.14, 3.15).
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Taomuna 3.15
CymmapHnsbiit pesynbrat HyPhy ananu3a kogupyroImx mocaea0BaTeIbHOCTEH

reHoB GH2 nmococéBbix prIO

SLAC FEL REL
Konon dN — ds > dN — dS b dN — dS Ba}?(l;:l?:;gnﬁ
15 -25,436 0,235 -58,510 0,098 -2,086 12389,700
16 -25,436 0,222 -76,658 0,098 -2,084 13858,200
21 -16,909 0,333 -56,199 0,109 -2,085 18859,100
27 -14,715 0,383 -68,153 0,112 -2,083 20213,100
31 -20,263 0,278 -93,224 0,086 -2,083 14875,400
32 -33,819 0,111 -142,658 0,015 -2,085 | 218827000,000
38 -25,436 0,222 -76,658 0,110 -2,082 13785,000
41 -20,880 0,291 -77,446 0,127 -2,079 | 143578000,000
42 -11,057 0,525 -56,952 0,209 -2,079 11000,900
48 -25,436 0,222 -76,658 0,102 -2,083 13846,800
49 -25,436 0,222 | -23062,000 0,014 -2,084 23665,000
73 -33,819 0,112 -107,914 0,029 -2,085 | 167160000,000
79 -16,909 0,333 -43,442 0,153 -2,084 16442,400
95 -17,108 0,408 -28,848 0,635 -1,957 5798,790
117 -11,174 0,504 -39,815 0,253 -2,080 15242,200
126 -16,909 0,333 -36,598 0,158 -2,085 14446,900
137 -25,436 0,222 -219,906 0,035 -2,083 20335,600
145 -18,009 0,397 -46,897 0,471 -1,960 6439,530
146 -16,909 0,333 -115,778 0,061 -2,085 23328,400
159 -16,909 0,333 -102,529 0,068 -2,084 25318,400
165 -25,436 0,249 -189,048 0,054 -2,083 25792,500
167 -25,436 0,222 -106,115 0,073 -2,083 13868,600
169 -16,909 0,333 -104,951 0,063 -2,085 23430,300
170 -16,909 0,333 -156,255 0,024 -2,085 39262,000
171 -25,436 0,222 -219,906 0,032 -2,084 20411,200
176 -18,701 0,302 -144,322 0,040 -2,085 17953,800
178 -25,436 0,249 -189,048 0,054 -2,083 25792,500
179 -46,787 0,063 -255,229 0,012 -2,084 | 128071000,000
198 -16,909 0,333 -36,300 0,157 -2,085 14361,100
203 24,526 0,296 -122,102 0,140 -1,960 |  66334400,000

[Tpumeuanusi: CTaTUCTUYECKH 3HAYUMBIC BEIWYMHBI  BBIACIEHBI JKUPHBIM  MIPHUPTOM.
[TonoxeHuss KOJAOHOB YKa3aHbl JUIS MOJHOM aMHUHOKHMCIOTHOM MOCIIENOBATENBHOCTH, BKIKOYAs
CUTHAJILHBIN IIETITHI.
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Pesynpraret  HyPhy  ananm3za, mnpoBeIéHHOTO Ha  OCHOBE  ABYX
o0veauHEHHBIX TeHax GH, npenacrasinensl B Tabuuie 3.16. CpenHss BEIMYUHA ©,
oneunennas MeronoM SLAC, cocraBuna 0,213. Hu oauH W3 HMCIOIH30BaHHBIX
metonoB (SLAC, FEL, REL) He BbIIBWI CaWTOB, HaxXOMSIIMXCS MO
MOJIOKHUTEIBHBIM 0TOOpOM. KOIM4ecTBO KOMOHOB, HAXOIAIIUXCS MO JTCUCTBHEM
oumntmiaromiero otoopa, cocraBmwio 4, 21 m 45 mma SLAC, FEL m REL
cooTBeTcTBeHHO. Yetrwipe caiita (16-Phe, 73-Ser, 178-Tyr, 179-Glu)
uneHTuunupoBanabie SLAC, Takke BBIABICHBI ABYMS APYTHMH METOJaMU
(Tabm. 3.16).

GA-Branch anmamm3 BoissBun 3 kiacca . B memom, 40% BerBeili MMEIOT
®=0,038, 32% wumeror ©=0,246 u 28% c¢ ®=0,857 (puc. 3.8). Hammenwimas
BenuunHa o (0,038) miis nocnenoBarenbHocTed GH rosbiloB mokaspIBacT, 4YTO OHU
HBOJIIONIMOHUPYIOT IIOJ] BJIMSHUEM CTPOrOro oOdYMInaromero oroopa (puc. 3.8).

Pesynbrar GA-Branch ananusa npezacrasnen B Tadmamie 3.17.
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Ta0mnuma 3.16

CymmapHbiii pesynstar HYPhy ananmsa koaupyromnmx nociae1oBaTeIbHOCTEeH

IBYyX 00bennHEHHBIX TeHOB GH 10Cc0CEBBIX pBIO

SLAC FEL REL
Konmon
BaitecoBckmii
dN — dS dN —dS p dN — dS tbaxTop
15 -13,365 0,224 -15,588 0,109 -1,596 5075,350
16 -26,729 0,044 -43,885 0,020 -1,581 12048100,000
18 -9,223 0,389 -8,007 0,567 -0,858 1021,340
21 -8,399 0,333 -13,805 0,131 -1,590 10552,300
27 -7,134 0,392 -18,410 0,124 -1,573 11787,300
31 -10,280 0,272 -33,976 0,072 -1,573 6326,740
32 -16,798 0,111 -46,603 0,014 -1,590 141528000,000
34 -9,823 0,375 -49,145 0,214 -0,836 1681,470
38 -13,365 0,209 -16,956 0,135 -1,572 5789,920
41 -10,452 0,287 -20,076 0,140 -1,540 75353200,000
45 -12,415 0,237 -17,716 0,124 -1,575 5304,920
48 -13,365 0,209 -16,957 0,127 -1,577 5951,700
49 -13,365 0,209 -68,172 0,037 -1,583 13308,200
52 -4,199 0,556 -9,867 0,535 -0,849 11928,800
64 -11,811 0,249 -70,045 0,038 -1,576 15170,200
73 -25,196 0,037 -40,510 0,010 -1,588 956304000000,000
79 -8,399 0,333 -12,639 0,158 -1,580 9790,060
83 -3,424 0,602 -54,568 0,348 -0,684 71,125
95 -22,540 0,118 -26,160 0,238 -0,827 712748,000
96 -10,280 0,272 -46,714 0,054 -1,574 14633,000
99 -8,399 0,333 -16,484 0,125 -1,580 11963,300
111 -5,201 0,540 -14,583 0,232 -1,539 2448,650
117 -10,995 0,259 -22,736 0,113 -1,543 84781300,000
121 -13,365 0,209 -293,174 0,017 -1,577 16846,500
126 -8,399 0,333 -11,060 0,159 -1,589 8644,600
137 -13,365 0,209 -63,459 0,041 -1,577 7227,370
145 -9,771 0,377 -9,766 0,553 -0,840 626,620
146 -8,399 0,333 -26,429 0,073 -1,590 15180,700
147 -0,204 0,696 4,788 0,787 -0,701 9380,970
159 -8,399 0,333 -26,282 0,084 -1,580 15190,500
165 -13,365 0,239 -51,966 0,053 -1,571 18387,700
167 -13,365 0,209 -41,446 0,058 -1,577 5675,480
169 -8,399 0,333 -25,823 0,074 -1,590 15130,900
170 -16,798 0,111 -83,395 0,004 -1,590 214544000,000
171 -9,780 0,376 -63,182 0,169 -0,841 1258,900
172 -8,399 0,338 -21,974 0,088 -1,589 13551,900
176 -9,405 0,298 -37,163 0,053 -1,591 6421,590
178 -26,729 0,057 -162,882 0,003 -1,571 190385000,000
179 -23,876 0,061 -162,247 0,001 -1,581 66278500,000
180 -5,639 0,518 -15,004 0,221 -1,541 2201,830
182 -8,399 0,333 -22,064 0,086 -1,590 14105,700
189 -13,365 0,209 -20,690 0,114 -1,572 4069,780
191 -8,399 0,333 -14,652 0,154 -1,571 11013,600
198 -16,798 0,111 -30,775 0,028 -1,590 111435000,000
203 -11,894 0,311 -27,394 0,196 -0,834 6127650,000
HpI/IMe'-IaHI/IHZ CTaTUCTUUECKN 3HAUYMMBIE BEJIWYUHELI BBIICICHBI JKUPHBIM HJpI/I(i)TOM.

[TonoxxeHus KOJOHOB YKa3zaHbl JIs1 MOJIHOM aMMHOKHCIOTHOM IOCICI0BAaTCIBHOCTH, BKJIIIOYasda

CUTHAJbHBIN IICIITHU .
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dN/dS = 0.857; 28%
dN/dS = 0.246; 32%
dN/dS = 0,038; 40%

0.0% s s G
0.0% Noded L CurLs
I:l___f
0.0% Node3l {HG—S taranetzi GH2
h 0.0%
0.6% Node? . levanidovi GH2
0.0%:
- S, salar GH2
0.0%:
5 =2 S. trutta GH2
2% Node10
I:lzf
0.0% 0.0% Q. mykiss GH2
i Node%
I:l;"
0.0% 0. nerka GH2
0.5% -
Nodeld
0.0% 0. tshawvtscha GH2
0.0%:
- S. trutta GH1
3.6% Nodeld 3794
. - 0. nerka GH1
0.0% Node20
0.0%
0.0% e (), tshawytscha GH1
— Nodel?
0.6%:
— S. curilus GH1
0.0% 0.0%
0.0% - MNadeli— 5. raranetzi GH1
Nodel6
0.0% . i
&, levanidovi GH1
0.0%

5. salar GH1

Puc. 3.8. GA-Branch ananu3 renos GH1 u GH2 Bumos Salmonidae. B Bepxuem
JIEBOM YIJIy YKa3aHO MPOIICHTHOE COOTHOIICHHE BETBEH JepeBa KaXIOro Kiacca
®. 3Ha4YeHHWs Ha BETBAX JepeBa IOKa3bIBAIOT BEPOSTHOCTH IMOJIOKUTEILHOTO

0TOOpa B TAaHHOW JIMHUH.
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Pesynerar GA-Branch anamuza

Tabmuma 3.17

Crangapt
Cpenuee HOE Beposiri
BetBb dN/dS OTKIIOHC 2,5% Menuana 97,5% OCTb

e {dN>dS}

S. curilus GH2 0,051 0,080 0,025 0,038 0,228 0,000
S. taranetzi GH2 0,280 0,135 0,065 0,243 0,782 0,001
Node4 0,053 0,052 0,031 0,038 0,205 0,000
S. levanidovi GH2 0,109 0,180 0,025 0,038 0,818 0,000
Node3 0,039 0,011 0,025 0,038 0,066 0,000
S. salar GH2 0,043 0,031 0,025 0,038 0,080 0,000
Node2 0,386 0,244 0,082 0,261 0,919 0,006
S. trutta GH2 0,059 0,091 0,025 0,038 0,255 0,000
O. mykiss GH2 0,254 0,108 0,045 0,240 0,587 0,000
Nodel0 0,711 0,225 0,253 0,790 0,991 0,022
O. nerka GH2 0,720 0,200 0,284 0,791 0,989 0,000
O. tshawytscha GH2 0,638 0,232 0,240 0,752 0,917 0,000
Nodel3 0,186 0,266 0,025 0,040 0,918 0,005
Node9 0,039 0,016 0,025 0,038 0,066 0,000
S. trutta GH1 0,064 0,097 0,025 0,038 0,269 0,000
O. nerka GH1 0,783 0,177 0,375 0,816 1,191 0,037
O. tshawytscha GH1 0,274 0,134 0,046 0,242 0,747 0,000
Node20 0,048 0,065 0,025 0,038 0,208 0,000
Nodel8 0,786 0,167 0,401 0,816 1,156 0,036
S. curilus GH1 0,296 0,282 0,031 0,229 0,948 0,006
S. taranetzi GH1 0,061 0,092 0,025 0,038 0,291 0,000
S. levanidovi GH1 0,062 0,091 0,025 0,038 0,275 0,000
Node23 0,302 0,130 0,188 0,247 0,675 0,000
Nodel7 0,327 0,197 0,048 0,247 0,831 0,000
S. salar GH1 0,086 0,086 0,033 0,039 0,261 0,000
Nodel6 0,253 0,073 0,078 0,241 0,449 0,000
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3.2.2 JluBepreHuysi HHTPOHOB B reHAX-MapaJorax

Kak  w3BecTHO, TMOMHMO  KOIUPYIOIIMX  OCIKH  HYKJICOTHIHBIX
MIOCIIEI0BATEIHHOCTEH (PK30HOB), UMEIOTCSI HEKOIUPYIOIIUE MTOCIIEIOBATEIIEHOCTH
(waTpOHBI). [IpeanonaraeTcs U €CTh SKCIEPUMEHTAIBHBIC JaHHBIC, YTO CKOPOCTh
HAKOIJICHUS HYKJICOTHAHBIX 3aMEH B HMHTPOHAX CYIICCTBEHHO BBINIC, YeM B
sk3onHax (Phillips et al., 2004), mockoibKy HX IOCIEIOBATEILHOCTH HE
MO/IBEP>KEHBI 0TOOPY U, TAKUM 00pa30M, UHTPOHBI B OOJIBIIICH CTETIEHU TOIXOISAT
Ut (punmoreHeTHUeCKux mocTpoeHui. C Menpio MPOBEPKU TaKUX MPEATIOIOKCHUN
MBI TIPOBENN (PUITOTEHETHUSCKUN aHATIN3 UHTPOHHBIX Y4acTKoB reHoB GH rosbioB
pona Salvelinus u Apyrux BUIOB JIOCOCEBBIX PBIO.

HykneoTumaHbple MOCIeI0BaTeIbHOCTH BCEX WHTPOHOB Juid ABYX reHoB GH
W3BECTHBI Y HEMHOTHX BHJOB JIOCOCEBBIX pbBIO, TO3TOMY IS CpPaBHEHUS
UCIIOJIL30BaIM JocTynHble B 0aze maHHbIX GenBank/NCBI mocienoBarensHOCTH
O. nerka, O. tshawytscha, S.salar. B kadecTBe BHeIIHEH TIpyMIbl ObUTH B3SATHI
nocienosareabHocTH HHTPOHOB TeHa GH C. lavaretus. Ilocie BeipaBHUBaHUS 5-TH
oO0benmuHeHHBIX HHTpoHOB TeHoB GHI wu GH2, gomHa wucciemyeMoi
MOCJIEIOBATEILHOCTH cocTaBmiia 3612 1m.H., u3 KOoTophix 656 BapnadenpHbIe U 343
buIoreHeTHYECKU UH(OPMAaTUBHBIC. ITo JTAaHHBIM HYKJICOTHIHBIX
nocJyeoBaTeIbHOCTe MHTPOHOB TeHoB GH Obutn paccuuTaHbl TeHETUYECKHE
muctannuud. CpelHss BEIUYMHA Pa3IMdduil MEXKIYy HHTPOHAMHU MapajorHUHbIX
TeHOB OKa3zayiach B 2 pa3a 0oJblle, 4eM MEeXIy IK30HaAMH U COCTAaBUJIA B CPEHEM
9,6% HYKJIEOTHAHBIX 3aMEH JUIS BCEX BHIOB, a BHYTpH Bua0oB poxaa Salvelinus —
9,0% (Tabm. 3.18).

[Tpu aHamM3e pa3TUIHBIMU METOJaMH OBUTH TTOJTYYCHBI CXOHBIC TOTIOJIOTHH
¢unorenernueckux aepeBbeB (puc. 3.9, 3.10, 3.11). AHaJOrM4HO TOMY, YTO
HaOmoaercst mo sk3oHaMm (puc. 3.3, 3.4, 3.5), naHHbIE MOATBEPXKAAIOT JaBHIOIO
HE3aBUCUMYIO JBOJIIOIIMI0 TE€HOB TOPMOHA pocTa. MHTPOHBI KaXIOTO U3 TCHOB
OOBEIUHSIOTCS B OTACIBHBIC KJIACTEPHI, M C BBICOKOH TOICPKKOW OTIMYAIOTCS

ApyT OT Apyra. M3 JaHHBIX Tak)ke BUIHO, YTO MHTPOHBI BUA0B pojaa Salvelinus u



p-TucTaHKu Mexay uHTpoHamu reHoB GH1 u GH2, %

Tabmura 3.18

Bup 1 2 3 4 5 6 7 8 9 10 11 12 13 14
1 |s.curilus ghl
2 | s. malma ghl 0,30
3 | s. taranetzi ghl 061 | 064
4 | s. levanidovi ghl 044 | 027 | 0,71
5 | 0. nerka ghl 5,39 5,44 5,47 5,51
6 |0 tshawytscha ghl 5,63 5,65 5,75 5,65 2,37
7 |s.salar ghl 5,82 5,80 5,76 5,88 6,51 6,58
8 |'s. curilus gh? 9,20 9,26 9,21 9,31 9,97 10,40 9,06
9 |s.malma gh2 9,01 9,07 9,02 9,12 9,79 10,22 9,02 0,35
10 | s. taranetzi gh? 8,45 8,51 8,42 8,56 9,05 9,58 8,45 1,19 | 1,16
11 | s. levanidovi gh2 9,23 9,29 9,24 9,34 9,86 10,20 8,92 147 | 166 | 2,13
12 | O. nerka gh?2 10,66 | 10,78 | 10,67 | 10,83 | 11,04 | 11,30 | 10,44 | 527 | 545 | 534 | 5,20
13 | o, tshawytscha gh2 10,30 | 10,41 | 10,22 | 10,46 | 10,60 | 11,02 | 10,05 | 493 | 510 | 499 | 507 | 2,31
14 | 5 salar gh? 8,71 8,69 8,64 8,64 9,35 9,65 8,66 351 | 364 | 344 | 3,57 | 4,69 | 452
15 9,30 9,31 9,31 9,36 9,68 9,99 8,64 8,73 | 8,73 | 8,28 | 8,64 | 9,84 | 9,62 | 8,04

C. lavaretus gh

8
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Oncorhynchus GopMmupyroT oTAeIbHBIE CYOKITaCTEPhl BHYTPHU KJIACTEPOB I'EHOB-

[1apajoros.
0.99 S. malma ghl
1,00 S. levanidovi ghl
1,00 L S. curilus ghl
1,00 S. taranetzi ghl
— O.nerkaghl
1,00 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
. S. levanidovi gh2
1,00 S. salar gh2
0. nerka gh2
1,00
O. tshawytscha gh2
C. lavaretus gh
0,01

Puc. 3.9. ®uiioreHeTnyeckoe 1epeBo, PEKOHCTPYUPOBAHHOE 1O JAHHBIM

uHTpoHoBreHoB GH1 1 GH2 ¢ momoikio 6aiiecoBOro MoieIupoBaHus.



100

100

99

100

84

S. malma ghl
65

90 | — S. levanidovi ghl

S. curilus ghl

:

— O.nerkaghl

S. taranetzi ghl

100

O. tshawytscha ghl

100

S. salar ghl

S. curilus gh2
83«L

73 S. malma gh2

100

S. taranetzi gh2

— S. levanidovi gh2

S. salar gh2

O. nerka gh2

O. tshawytscha gh2

0,01

C. lavaretus gh

Puc. 3.10. ®unoreHeTHYECKOE JEPEBO, PEKOHCTPYHUPOBAHHOE IO JAHHBIM

HHTPOHOB TI'CHOB

PaBIOMOA00uS.

n GH2

C TIIOMOHmbIO MECTOAAa MAKCHUMAJIIBHOTI'O



85

S. malma ghl

93 | — S. levanidovi ghl

100

L S. curilus ghl
97 S. taranetzi ghl
O. nerka ghl
100 100
O. tshawytscha ghl
S. salar ghl
S. curilus gh2
100
63| S. malma gh2
100 — S. levanidovi gh2
— S. taranetzi gh2
100
O. nerka gh2
100
Ll 77 O. tshawytscha gh2
S. salar gh2

0,01

C. lavaretus gh

Puc. 3.11. @unoreHeTudyeckoe HnepeBO, PEKOHCTPYHPOBAHHOE IO JAHHBIM

nHTpoHOB TeHOB GH1 1 GH2 ¢ momomisio MmeTona o0beIMHEHHS COCECH.
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3.3. luBeprennus nocjenopareabHocreil HHTpoHOB C u D renoB GH

JIOCOCEBBIX PbIO
3.3.1. /IuBeprennusi unTponos C u D roannos poxa Salvelinus
Jusepeenyus unmponos C u D cena GH1

B renernueckux 0a3ax JAHHBIX HMEETCS MHOTO IIOCJIEI0BATEIbLHOCTEH
UHTPOHHBIX ydacTkoB C m D reHoB ropMoHa pocta Uil OOJBIIMHCTBA
bunoreHernyeckux JHMHME cemeiictBa Salmonidae. IlpeacraBisio uHTEpecC
CPaBHHUTEIHHOIO aHAIM3a MX C ICJIBI0 BBIICHEHUS BO3MOXKHBIX 3aKOHOMEPHOCTEH
HBOJIFOIUYU TeHOB. Hike IpuBeACHBI PE3yNIbTaThl TAKOTO CPABHECHHS.

Ha mnepBoM »sTame pabOThl HAIIW JaHHBIC [0 IOCIEAOBATEIBHOCTM
uHTpoHOB C 1 D 00BeIMHSIN ¢ TIoce0BaTeIbHOCTAMU HHTPOHOB C 1 D robioB
ponxa Salvelinus mocrynasiMu B 6a3e gqanabix GenBank: S. alpinus, S. leucomaenis,
S. fontinalis m S. namaycush. Ilocne BbIpaBHMBaAHHS JUIMHA HCCIICAYEMOM
MIOCJICIOBATEILHOCTH cocTaBmia 1789 m.H., u3 KOTOphIX 53 BapwaOenbHbIC U 9
(bUIOreHeTHYCCKU UH(OPMaTHBHBIC. ITo JTaHHBIM HYKJICOTHTHBIX
nocnenoBarenbHocTeli TeHa GHI1 ronproB ObuiM paccunmTaHbl TEHETHUECKHE
nuctannuu (tadsm. 3.19). Hauboiiee BEICOKON BEIMUMHON TUBEPTECHITUEH HHTPOHOB
BHYTpH poja xapaktepusoBanuch S. fontinalis u S. alpinus (1,37%), HaumeHbIei
—S. malma u S. levanidovi, S. malma u S. curilus (0,34%).

Ta6muma 3.19

p-naucTaHiuu Mexkay narponamu rena GH1 romsiios poaa Salvelinus, %

Bug 1 2 3 4 5 6 7
1 | S. alpinus
2 | S. leucomaenis 0,92
3 | S. fontinalis 1,37 1,26
4 | S. namaycush 0,80 | 0,92 | 1,14
5 |S. curilus 092 | 0,69 | 1,26 | 0,92
6 | S. malma 0,80 | 0,69 | 1,14 | 0,80 | 0,34
7 | S. taranetzi 1,09 | 0,86 | 1,32 | 1,09 | 0,63 | 0,63
8 | S. levanidovi 069 | 069 | 1,14 | 0,69 | 0,46 | 0,34 | 0,63
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[Tpu ¢unoreHeTHUECKOM aHAJIM3€ PA3TUUYHBIMUA METOAAMHU ObUTH TOTY4EHBI
CXOJIHBIE TOTIOJIOTUH (PHIIOTEHETUYECKHX AepeBheB. DUIOreHEeTHUECKOe IEPEBO O
uHTpoHaM reHa GH1, mocTtpoeHHOE ¢ MCHOIB30BaHUEM JUCTaHTHOTO Merona NJ
npuBezieHo Ha puc. 3.12. Kak BHIHO, mociae10BaTeIbHOCTH T€HOB Y BHIOB POja
Salvelinus ¢opmupyror nBe xmagsl. Omna w3 HEHX oObemuHser S. alpinus
(MpakTHYECKH NUPKYMIOJSPHBIA BUA) W S. namaycush (ceBepoaMepHKaHCKHIA
BUJ), BTOpas — 4YETHIPEX BUJOB TOJBIIOB a3MaTCKOro mobepexbs. Kynmxa, S.
leucomaenis, 3anumaer Ga3anpHOE TMOJNOXeHUE B Kiaze, S. fontinalis popmupyer
HE3aBUCHMYIO BETBb. B Kiajge a3umaTckux ToJibLIOB Haubosee yIaJIeHHBIM
SBIIAIOTCS TIOCJICIOBATEIIBHOCTH WHTPOHOB ToJblia Jleanumona (S. levanidovi) u
roibiia Tapanna (S. taranetzi), S. malma u S. curilus onpenensroTcs kKak cambie
MoJiofsle M Onm3kue BB HU3KHMK ypOBEHb HOIJIEPKKH BETBEH OOYCIOBJIECH
HEBBICOKMM ypoBHeM pguBepreHimu (Tabn. 3.19) u HeOonbIIMM dYHCIOM

UH(POPMATHUBHBIX CAUTOB (CHHATIOMOP(HIA).

60 S. curilus
S. malma
S. taranetzi
71 ] )
S. levanidovi
S. leucomaenis
S. alpinus
S. namaycush
0,001 S. fontinalis

Puc. 3.12. ®unoreHeTH4YeCKOe JE€pEeBO, PEKOHCTPYHUPOBAHHOE IO JAHHBIM

uHTpoHOB C 1 D rena GH1 rosb1ioB ¢ moMOIIEI0 MeTOoAa OOBETUHEHUS COCEICH.
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Husepeenyus unmponos C u D eena GH2 2onvyos

ITocne oO6wbeauuenust mocieaoaTeabHocTeld HHTpoHOB C m D rena GH2,
JUIMHA MCCIIETyEeMOW MocienoBaTeabHoCTH coctapmia 1811 m.H., u3 koropsix 124
ObLTM BapuabelnbHbIMU U 25 ¢unoreHeTnyecku UHPoOpMaTuBHBIMU. 10 IaHHBIM
HYKJICOTHJIHBIX TocaeaoBaTenbHocTeld reHa GH2 TonbIioB OBUTM paccUWTaHbBI
reHeTudeckue auctaniuu (tadmn. 3.20). Haubonee BbICOKON qUBEpTEeHIMEN BHYTpU
pona xapaktepusyrorcs S. leucomaenis u S. taranetzi (3,66%), HaumeHbIei —S.

alpinus u S. curilus (0,37%).

Tao0muma 3.20

p-IUCTaHIIMU MexXay uHTpoHamu reHa GH2 romwiios poxa Salvelinus, %

Bug 1 2 3 4 5 6 7
1 | S. alpinus
2 | S. leucomaenis 2,86
3 | S. fontinalis 3,10 | 3,60
4 | S. namaycush 1,86 | 2,98 | 2,98
5 | S. curilus 0,37 | 2,73 | 286 | 1,61
6 |S. malma. 0,68 | 304 | 3,17 | 1,92 | 0,43
7 | S. taranetzi 155 | 3,66 | 354 | 242 | 1,30 | 1,37
8 | S. levanidovi 149 | 261 | 267 | 1,49 | 124 | 155 | 2,17

DuUIOreHeTUYECKOE JIEPEBO, MOCTPOCHHOE C MCMOJib30BaHueM MeTona NJ,
npuBegeHo Ha puc. 3.13. B srom ciyuae unTpoHnl reHa GH2 Tpex BumoB
aspatckux roabioB S. curilus, S. malma u S. taranetzi o6weaunstores ¢ S. alpinus
B onaHy kimany. Muatponsr GH2 S. levanidovi Oiwke K mMOCIeIOBaTeIbHOCTSIM
aMepUKaHCKUX BUAOB ToJbloB. ITociaemoBarensHocTr S. leucomaenis 3aHumaror

0a3aJbHOE TTOJIOKCHUE B ACPCBC.
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S. alpinus
64
55 |7S. curilus
99
S. malma
89 S. taranetzi
S. namaycush
51
S. levanidovi
S. leucomaenis
S. fontinalis
0,01

Puc. 3.13. ®unoreHeTndyeckoe HOEepeBO, PEKOHCTPYHPOBAHHOE IO JAHHBIM

uHTpoHOB C 1 D rena GH2 roybiioB ¢ MOMOIIBbIO METO/1a 00bETUHEHHUS COCEICH.

Jusepeenyus no unmponam C u D 0gyx ecenoe GH

[Ipu o6benunenuun mnocienoBatenbHocTedl UHTPOoHOB C u D renoB GHI1 u
GH2, npiinna uccnenyemoit nociienoBaresbHOCTH coctaBuia 3600 m.H., U3 KOTOPBIX
177 Opun  BapualGenbHble W 34  (QuioreHeTMuyecku  HUHQPOPMATUBHBIE.
@UIOreHeTUYECKOE JIEPEBO 10 HHTPOHAM JBYX T€HOB, IOCTPOEHHOE C
ucrnosib3oBanueM baitecoBckoro meroma, npuBeneHo Ha puc. 3.14. CormacHo
dbusorpamMme MepBhIi dTan JUBEPreHIIMH MOCIEA0BATEILHOCTE HHTPOHOB CBsI3aH
¢ ormencameM S. fontinalis u S. leucomaenis, B kmactepe APYrHX BHIOB
MOCJICI0BATEIbHO JMBEPrUPYIOT HMHTPOHBI S. namaycush, S. levanidovi, S.
taranetzi. IlocaemoBatenbHocT S. curilus m S. malma omnpenensrorcss Kak
CECTPUHCKHE, CaMble MOJIOABIC BUIBI U OJM3KHE K apKTHUYECKOMY TOJBILY S.

alpinus.
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[ S. curilus
0,53
051 — S.malma
1,00 .
’ S. alpinus
0,76 .
— S. taranetzi
1,00 ] .
S. levanidovi
S. namaycush
S. leucomaenis
S. fontinalis
0,01

Puc. 3.14. ®unoreHeTndyeckoe HOE€peBO, PEKOHCTPYHPOBAHHOE IO JAHHBIM
uatpoHoB C u D nByx renoB GH TonbpioB ¢ mMOMOIIbIO 0aliecOBCKOTO

MOJIETTUPOBAHUSI.

3.3.2. luBeprennusi HHTPoHOB C 1 D napajnoru4yHbIXx reHOB ropMoOHA PocTa
JIOCOCEBBIX PbI0

B ananuze ucnosib30BaMCh JAHHBIE IO MOCIEA0BATEILHOCTAM UHTPOHOB C
u D OompmuHcTBa JInHui Salmonidae. Taxxke, kak ¥ B MpeAbIAyIIEM Cllydae
nocseaoBaTeIbHOCTH UHTPOHOB C U D 00beANHSIN NPU aHAIM3€ Ka)XJ0T0 I'eHa.
[lo [maHHBIM  HYKJICOTHAHBIX  IOCIEAOBATENILHOCTEH  OBUITM  pacCUMTaHbI
reHetnyeckue aucraniuu ([Ipunoxenue).

[Ipu dunoreHeTHYECKOM aHAIM3E PA3TUUYHBIMU METOJAMH ObUIH TOJTYYESHBI
CXOJIHBIE TOTOJIOTUN (PUIIOTEHETUYECKUX JIEPEBbEB. B KauecTBe BHEIIHEH TPYIIIBI
OBUIM HKCIOJB30BaHBI TOMOJIOTMYHBIE ydacTkn reHa GH1 nenka Brachymistax

lenok, ogHOrO M3 paHO AUBEPrUPOBABIIMX BHIOB JIOCOCEBBIX pbiO. Ha prcyHke
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3.15 npuBeneHo (UIOrE€HETHYECKOE JPEBO HHTPOHOB, TOJYYEHHOE C
ucrnoip3oBanueM Bl-metona moctpoeHus nepeBbeB. Taxke Kak M B MPEABIIYIITIX
cllydasix, WHTPOHHBIE Yy4YacTKH (OPMHPYIOT JBa HE3aBHCHMBIX KJacTepa,
COOTBETCTBYIOIIUX JIBYM T€HaM-TMapajioraM. BHyTpH KaKJ0ro Kiiactepa 3BOJIOIHUS
UHTPOHHBIX YYaCTKOB OOOMX T€HOB B 3HAYMUTEJIbHOM CTENEHU COrjacyercs ¢
(GUIOreHEeTUYECKUMU CXEMaMH SBOJIIOIMM B 3TOM rpymme BuioB. OTYETINBO
dbopMUpPYIOTCA B cllydyae WHTPOHOB OOOMX TEHOB CyOKIIacTephl, OOBEIUHSIOIINE
Byl Oncorhynchus, Salvelinus, Salmo (puc. 3.15).

B 10 e Bpems, OYEBUIAHO, YTO TMOJIO)KEHNE HEKOTOPBIX BHJIOB MO Pa3HBIM
resaM B (DUIJIOT€HETUYECKOM CcXeMme oTin4daercd. B wacTHOocTH, HauOoliee
CYIIECTBCHHBIC pa3iNuds KacaloTCS TMOJIOKECHHUS CaxXaJMHCKOTO TaiMeHs
Parahucho perryi u rosisma S. alpinus (puc. 3.15). B ciayuae rena GH1, S. alpinus
obbenuHseTcs ¢ S. namaycush, a resa GH2 - ¢ aByms BujaMu MaibMbl. P. perryi
oobemunsiercs ¢ H. hucho B cmywae rema GHI, a B cinyuae rena GH2

KJIacTepu3yeTcs ¢ roibiiamu (puc. 3.15).
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S.malma ghl
S.curilus ghl
S.levanidovi ghl
S.taranetzi ghl
S.alpinus ghl
S.namaycush ghl
S.leucomaenis ghl
S.fontinalis ghl

0,89
1.00

O.keta ghl
1,00 1,00 O.gorbuscha ghl
0,73 O.nerka ghl
1,00 O.kisutch ghl
1,00 1,00 O.tschawytcha ghl
1,00 O.mykiss ghl
O.clarki ghl
1,00 A.ohridana ghl
1,00 S.trutta ghl
S.salar ghl
P.perryighl
H.hucho ghl
H.taimen ghl
0,80 S.alpinus gh2
1,00 % S.m_alma gh2
— — S.curilus gh2
1,00 0,98 S.t'arar?etzi gh2
— S.levanidovi gh2
— S.namaycush gh2
0,99 S.Ieugomgenis gh2
S.fontinalis gh2
P.perryigh2
O.nerka gh2
O.gorbuscha gh2
0.58 O.keta gh2
1,00 088 O.tshawytscha gh2
O.masou gh2
1,00 ———— O.mykiss gh2
100 ¢ gparki gh29
O.kisutch gh2
1,00 A.orhidana gh2
100 [ L S.trutta gh2
— S.salar gh2
,14,00|:H.taimen gh2
H.hucho gh2
B.lenok ghl
0,1
Puc. 3.15. ®unoreHeTH4EeCKOE JI€PEBO, PEKOHCTPYUPOBAHHOE

uHTpoHOB C u D nByx renHoB GH nococeBbIx ppi0 C MOMOIIBIO 0ale€COBCKOTO

MOACIUPOBAHUA.

O.masou ghl

110 daHHBbIM
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OBCYXJIEHHUE

4.1. CTpyKTYypa reHoB

CpaBHEHHE MapajlOTUYHBIX TEHOB TOKa3zano, uro ob6a rena GH rombros
comepkaT 6 DSK30HOB M 5 UHTPOHOB. Bce MHTPOH-PK30HHBIE TPAHUIIBI
(bIaHKUpPOBaHBI COOTBETCTBYIOUIMMHU KOHCEHCYCHBIMHU TOCIIEIOBATEIbHOCTIMHU
(GT/AG).

Pasmep monydennsix mnociemoBarenbHocTeit GH rompmos (~3600 u 3300
.H. ;uist reHa GH1 u GH2 cooTBeTCTBEHHO) coriacyercs ¢ pasmepoM reaoB GH
JIPYTUX JIOCOCEBBIX pbIO, monHas miuHa reHoB GH kotopeix, Bmodas 5' u 3'-
obmactu, coctaBisger ~ 4000 m.u. (Agellon, Chen, 1986; Kawauchi et al., 1986;
Agellon et al., 1988; Johansen et al., 1989; Rentier-Delrue et al., 1989; Male et al.,
1992; Devlin, 1993; Du et al., 1993; Forbes et al., 1994; McKay et al., 1996).
Pa3zmep nocnenoBatenbHOCTH Kaxkaou konuu reHa GH He3HauuTeNnbHO OT/IMYaeTCs
MEXIy pa3HbIMH BHIAMU TOJBIIOB, HO BapeupyeT Mexay GH1 u GH2. Pa3numa B
MHe Mexay komusiMmu GH Bo3HuKaeT 3a Ccu€rT pa3HOM JJIMHBI HWHTPOHOB.
[TocnenoBarensHOCTh TeHAa GH2 ronbIoB B cpeaneM Ha 370 HYKJICOTHAOB KOpoUe
nocienaopaTeabHocTH reHa GHI1, B oCHOBHOM WH3-3a CYIIECTBEHHO OOJIBIIErO
pasmepa miaroro untpona (E) rena GHI1. [Inuna unatpona E Takke oTnmuaercs
MEXITy ABYMs M3ydyeHHbIMU reHamu GH TuxookeaHckux yiococeit (Tada. 3.8).

Pa3mep xonuii reHa GH THX0OKeaHCKOro M aTJIaHTHUYECKOTO JIOCOCS K TOMY
K€ BapbHUpYyeT 3a CUET pa3HOM JIMHBI TpeTbero MHTpoHa (C), KOTOPBIN B CpelHEM
Ha 300 m.H. 6ompmie B reHax GHI1, wem B GH2 (tabn. 3.8). Paznuums B miwne
TPETHEr0 MHTPOHA TAK)KE OTMEUEHBI y UyKy4aHOBBIX pbi0. J[nmuua untpona C rena
GHI1 uykyuaHoBwix BapbsupyeT oT 592 no 1188 m.H., a GH2 ot 311 mo 320 m.H.
(Bart et al., 2010). ¥V romsioB poga Salvelinus pasuuiia B miuHe wHTpoHA C
coctaBuiia ~ 100 m.H.

Koaupyromme o6macTii OBYX TE€HOB BBICOKO KOHCEpBAaTUBHBEI. Pasmep

9K30HOB uaeHTHueH B reHax GH1 u GH2 y Bcex Bu0B rospoB u cocrasiseT 10
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mH.,, 140 nnu., 117 mu., 156 nH., 147 nH, 63 nH., a1 1-6 3K30HOB
COOTBETCTBEHHO. DTa CTPYKTypa F€HOB COTJIACYETCsl C IAHHBIMU JPYTUX aBTOPOB
U IpyTuX BUIOB JiococeBbIX poio (Agellon, Chen, 1986; Kawauchi et al., 1986;
Agellon et al., 1988; Johansen et al., 1989; Rentier-Delrue et al., 1989; Male et al.,
1992; Devlin, 1993; Du et al., 1993; Forbes et al., 1994; McKay et al., 1996).

Jlninabel 5k30HOB TeHOB GH 1ococ€BbIX pbIiO COMOCTAaBUMBI C AJTMHOU
sk30H0B reHoB GH npencraButeneii otpsaoB Okyneobpasusie (Ber, Daniel, 1992;
Chen et al, 2004), Kamb6amoobpa3usie (Tanaka et al, 1995) wu
Hrnooproxoodpasusie (Venkatesh, Brenner, 1997), ren ropmMoHa pocta KOTOPBIX
TaKKe€ BKIIIOYaeT 6 3K30HOB W 5 MHTPOHOB. Tak, pa3mMep SK30HOB OOJBIIOTO
x&nroro ropoeuts (Pseudosciaenacrocea, Perciformes) cocrariser 10, 134, 117,
144, 147, 63 m.H., a kambOansl (Paralichthys olivaceus, Pleuronectiformes) — 10,
134, 117, 144, 105, 63 n.u. g 1-6 sx3oH0B coorBeTcTBeHHO (Tanaka et. al.,
1995; Chen et al., 2004). Pazmep s3x30H0B GH kaprnooOpa3HbIX pbIO, Te€H TOPMOHA
pocTa KOTOPBIX COACPKUT 5 IK30HOB U 4 MHTPOHA, TAKKE CXOJEH C PazMepoM
sk30HOB TeHOB GH mococéBpix peib. MckimrodeHHe COCTaBISET ISITHIA DK30H,
KoTopbiii B reHax GH kaprmoBbeIX ppI0 3HaUMTENBHO JJIMHHEE, yeM B reHax GH
nococéBbix. Tak y BuoB poaa Labeo sk3onbl rena GH prmrouaror 10, 140, 117,
162 u 201 m.H., 115 1-5 sx30H0B cooTBeTcTBeHHO (Rajesh, Majumdar, 2007).

CpaBHUTENBHBIN aHaMU3 ToclenoBaTenbHOCTe TeHoB GH pasHbIX BUIOB
MMO3BOHOYHBIX KUBOTHBIX IMOKAa3aJ, 4TO JJIMHA TPEThEro 3K30HAa KOHCEPBATHBHA
MEXIy phi0aMH M MIICKOTHMTAIONIMMHU U cocTaBisieT 117 m.H., 32 UCKIIOUEHUEM
yenoBeka (120 m.H.); JyIMHA MATOTO PK30HA KOHCEPBATHMBHA Y BCEX BHJIOB PHIO,
COJIEp KaIllUX MATh UHTPOHOB, U COCTaBJsAeT 147 M.H., 32 UCKIIOUCHHEM KamOaJbl
(105 m.u.) (Almuly et al., 2000).

OtkpeiTas pamka cuntbiBanus reHoB GH1 u GH2 ronbeuos Bkitouaer 630
I.LH. ¥ HayuHaeTcs B o0oux reHax cTtapToBbiM KogoHoM ATG. Cron-komoH
otnuyaetcs Mexay renamu GHI1 um GH2. Otkppitas pamMka CUUTHIBAaHUS TEHOB
GH1 roxabpmnos 3akanumBaercsa cror-kojgoHoM [AG, a renoB GH2 cromn-komoHOM

TAA. Komuu remoB GH apyrux mpezacraButeneii jgococéBbix Hepku (Devlin,
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1993), uaBbium (Du et al., 1993), atnmantudeckoro jococs (Male et al., 1992) u
panyxuori ¢dopenu (Rentier-Delrue et al., 1989) Ttakke OTIMYArOTCS CTOI-
KOJIOHAMH, KOTOPBIC MTPEACTABICHBI TPUILICTAMHU, XapaKTEPHBIMU TSI TOJIBIIOB.

Y npyrux BHIOB pbIO, TpeacTaBisAiommx oTpsaasl KambamooOpasHbie
(Tanaka et al., 1995; Peyush et al., 2000), Kapmoo6pa3usie (Chiou et al., 1990;
Rajesh, Majumdar, 2007), Comoobpa3zubie (Lemaire et al., 1994), OxyneoOpa3Hbie
(Ber, Daniel, 1992; Dong et al.,, 2010), a Taxxke y pa3jIMYHBIX BH/IOB
miekonutaromux (Barta et al.,, 1981; Byrne et al., 1987; Vize, Wells, 1987),
OTKpBITasi paMKa CYHMTHIBAHUS HAYMHACTCS WHHUIMHPYIOIMUM KomgoHoM ATG u
3aKaHuMBaeTCs cTom-koJoHOM TAG. VYV kapmooOpasHbIX phIO, COAEpIKAIINX B
xormuu GH, k koropeimM oTHOocutcs Ictiobus bubalis (Clements et al., 2004),
npejcTaBuTeNb cemerictBa UykydanoBsie, u Carassius auratus (Law et al., 1996)
u3 cemeiictBa KapmnoBbie, CTOM-KOJOH HE OTIAMYAETCS MKy AByMs Komusimu GH
U TakKe mpejactasieH TpuiuietoM TAG.

O06a rena GH ronpsuos Salvelinus, kak u reast GH apyrux BUIoB 10COCEBBIX
pe16 (Kawauchi et al., 1986; Rentier-Delrue et al., 1989; Devlin, 1993), koaupyrot
MIOCJIEIOBATEIPHOCTS O€Nka MpennieCTBeHHUKa JIUHOW 210 aMHHOKHCIOTHBIX
OCTaTKOB, M3 KOTOPBHIX 188 aMHMHOKHCIOT BXOIAT B COCTaB 3peioro Oenka u 22
AMUHOKHCIIOTBI ()OPMUPYIOT CUTHAJILHBIN TSI TH/I.

3penas OenkoBas IOCHAEAOBAaTEeILHOCTh JBYX TeHoB GH  romibios
HAYMHAETCs ¢ METHOHMHA, Takke Kak u y S. salar (Johansen et al., 1989). [1epsbrii
aAMHHOKHUCIIOTHBIM ocTaTok y S. trutta u BumoB poma Oncorhynchus orimuaercs
Mex Ty aAByms 3penbiMu konusmu GH. IMomunentuanas nmocnenoarenbHocts GH1
HaunHaeTcs m3onennuaoM, a GH2 — metuonunom (Sekine et al., 1985; Rentier-
Delrue et al., 1989). V kapmoBbIx pbI0 IMOCIEAOBATEILHOCTL 3PEIOro Oeska
naunHaercs ¢ cepura (Chao et al., 1989; Hong, Schartl, 1993; Clements et al.,
2004; Rajesh, Majumdar, 2007), a y muekonuratrontux (Castro-Peralta, Barrera-
Saldana, 1995; Lioupis et al., 1999; Liao et al., 2003) u ntur ¢ peHnnanTaHnHA
(Buggiotti et al., 2006).
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B 3penoit mocnenoBarensHoct reHoB GH1 u GH2 ronwioB HaitaeHo
qeThipe (YHKIMOHATFHO BAaXKHBIX OCTAaTKAa IHMCTEHHA, IOJIOKCHHE KOTOPBIX
COBIMJIacT B TEHAax-Mapajorax y BceX 4YeThpéx BuaoB (49, 161, 178, 186).
WaeHTHYHOE MOJIOKEHNE ITUCTEHHOB XapakTepHo it GH npyrux mpencraButenei
cemeiictBa Salmonidae (Rentier-Delrue et al., 1989).

[Ipu cpaBHUTENIHHOM aHAIW3€ AMHUHOKHCIOTHBIX ITOCIIEIOBATEILHOCTEH
3penoro GH romwiioB ¢ mocienoBaTeNbHOCTIMU APYrux JococéBeix pwid (O.
nerka, O. mykiss, O. tshawytscha, S. salar u S. trutta) oonapyxeno, uto GH1
oosiee u3meHuyuB (16 aMUHOKUCIOTHBIX 3aMeH), yeM GH2 (14 aMHHOKHCIOTHBIX
3aMeH). KoruecTBo HYKJICOTHIHBIX 3aMeH, Hao0opoT, Oombine B rene GH2 (44
3ameH), ueM B GH1 (32 3ameH).

Opnako mpu cpaBHeHMH TocienoBaTenbHocTed GH oTaenbHO s BUAOB
kaxaoro poxa (Salvelinus, Oncorhynchus, Salmo), mokazano, 4Tto y BHJIOB
Salvelinus u Oncorhynchus nocnenosarensaocts GHI OoJiee koHCEpBaTHBHA, YeM
GH2. AmuHokuciotHas mnocienoBarenbHOCTh GHI1 y 4eThIpéX BHIIOB TOJBIIOB
MOJIHOCTRI0O HIeHTHYHAa, B GH2 BBIIBIEHO /JBE aMWUHOKHCIOTHBIC 3aMCHBI.
[MocnemoBarensrocTn 3pemoro GH y O. nerka, O. mykiss, O. tshawytscha
comepxkat 4 u 9 ammHOKHCIOTHBIX 3aMmeH, i1 GH1 u GH2 coorBercTBeHHO. Y
BUIOB poaa Salmo, HaoGoport, mocnenoBareabHocTh GH2 Gosiee KOHCepBaTHBHA,
yem GH1 (9 u 3 amunokucnotHsix 3ameH, st GH1 u GH2 cooTrBeTcTBEeHHO).

[Ipu cpaBHHTEIBHOM aHANMM3€¢ AMUHOKHCIOTHBIX ITOCIIEIOBATEILHOCTEH
curHasibHoro mentuga GH  roiblioB ¢ MOCHENOBAaTEIbHOCTSIMHU — JIPYTUX
UCCIIEMYEMBIX BHJIOB JIOCOCEBBIX PbIO OOHAPYKEHO, UTO mocieaoBaTenbHOCTh GH1
Oonee BapuabenpHa (2 3amensl), yeM GH2 (1 3amena). CpaBHEHUE CUTHAJIBHOTO
nenTuaa BuaoB poga Salvelinus, mokaszano, 4To mOCIeAOBATEIBHOCTH KasKIOM
kormuu GH monHOCTRIO MaeHTHYHBI. [locnenoBaTeIbHOCTh CUTHAIBLHOTO TETITH/IA
Tpéx BuAOB poxa Oncorhynchus comepkUT OIHY aMHUHOKHCIOTHYIO 3aMCHY B
KaxxioM reHe. CUrHaIbHBIN MENTHI Y BUIOB poja Salmo MeHee KoHCEepBaTHBEH B
GH2, yuem B GHI, HecMoTpss Ha TO, YTO MOCIEAOBATEIBLHOCTh 3pEJIOro Oenka,

HaoOopoT, Oosiee koHcepBatmBHa B GH2, wem B GHI1. AMuHOKHCIOTHas
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HOCJIeIOBATEIbHOCTh cHurHaibHOro mnentuaa GHI1  aByx Bumo poma Salmo
OKa3aJjiach MOJHOCTBIO UJIEHTUYHA (2 HyKJIeOoTHIHbIE 3aMeHbl), GH2 oTinuaercs 1
AMUHOKHUCIOTOM (3 HyKJICOTHIHBIX 3aMEHBI).

Baraxuku, ¢ xomreramm (Watahiki et al., 1989), cpaBHuBas
MOCJIEIOBATEIFHOCTH TOPMOHA POCTA M IUIAIEHTAPHOTO JIAKTOTeHA Pa3HBIX BUIOB
MMO3BOHOYHBIX, BBIACIMI 37 KOHCEPBATHBHBIX aMHUHOKHCIOTHBIX OCTAaTKOB,
HEOOXOMUMBIX sl (yHKIHOHMpoBaHuss GH, u BXxomsmmx B coOCTaB IIATH
obmacreir: GD1-GD5 (taba. 4.1). AMHHOKHCIOTBI, BXOMSIIHE B COCTaB ATHUX
obnacreit, Takke koHcepBaTuBHBI B GH1 1 GH2 ronb1ioB u 1pyrux ucciaeayemMbix
BUJIOB JIOCOCEBBIX, 3a mckimoueHueM O. nerka. B GD4 o6mactu GH2 Hepkw,
acraparvHOBass KHCJOTA, OJWH W3 IISITH KOHCEPBATHBHBIX aMHHOKHCIOTHBIX
OCTAaTKOB, 3aME€HEHa Ha TIJIYyTaMUHOBYIO KHUCIOTY (Tabia. 4.1). CpaBHHUTENIbHBIN
aHanu3 mokaszajn, 9to obmacte GDS wmaentnuna B GH1 m GH2 cpaBHMBaeMBbIX
BUI0B JI0cocéBbIX. Mckimouenue cocrasisier O. mykiss, y kotoporo B GH2 nannas
00JIaCTh COMEPKUT OJIHY aMUHOKHUCIOTHYIO 3aMmeHy (Ta0u. 4.1). B cocraB GD5
BXOJUT HauOOJbIIEE KOJUYECTBO KOHCEPBATHUBHBIX aMHUHOKHUCIOT (13), a Takke
TPH U3 YETHIPEX OCTATKOB IIUCTEHHA.

Ha C-konne 6enkoBoii mocienoBatensHoctt GH1 u GH2 waiinen ydactok
mmiHOW 13 ammHOKHMCIIOTHBIX ocTtatkoB (CFKKDMHKVETYL), kotopsri
KOHCEPBATHBEH Y BCEX KOCTUCTBIX PbIO M KOTOPHBIH, KaK MPEANOoIararoT, BaXeH JJis
B3aMMOJICHCTBHSI MOJICKYJbI TOpMOHa ¢ ero perenrtopom (Hew et al., 1989;
Venkatesh, Brenner, 1997). DToT y4acToK Take MPUCYTCTBYET y JIOCOCEBBIX PHIO
(Hew et al., 1989) u Bxomutr B cocraB obOmactu GDS5. CpaBHenue
nocienoBareiabHocTeir GH O. nerka, O. mykiss, O. tshawytscha, S. salar u S. trutta
C TOJYYCHHBIMH HaMH TIOCJIEIOBATEIBLHOCTSIMU TOJBIIOB TIOKA3aJio, YTO
MOJIOKEHHE JTOT0 ydYacTKa Yy BCEX JTHUX BHIOB HJEHTHMYHO — 161-173

AMHWHOKHUCJIIOTHBIX OCTAaTKOB 3PCJIOT0 OerKa.
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Takum 06pa3zom, OKa3aHO, YTO CTPYKTYpa T€HOB TOPMOHA POCTA Y TOJIBIIOB
pona Salvelinus cxomna co ctpykTypoit reHoB GH apyrux BHIOB JOCOCEBBIX PHIO.
OTOro Cle0Balo0 OXKHUAATh, UCXOS U3 BAKHOW (PYHKIIMOHAIBHON POJH TOpMOHA
pocta B (hYHKIIMOHHPOBAHHH OpraHU3MOB pbIO. [TokazaHo, 4TO y BceX dYeThIpEX
BuoB pona Salvelinus mmerorcs mymiMnupoBaHHBIE TEHBI-IAPANIOTH, KaK U Y
JIPYTUX HMCCIEIOBAHHBIX BHUJOB JIOCOCEBBIX pbiO. [lomyueHHsie B paboTe naHHBIC
JAIOT OCHOBaHUE CYMUTATh, 4YTO 00a TeHa (YHKIHMOHAIBHBI. B MONB3y 3TOTrO
ropopsT cieayromue (akter: 1. Oba mapangora KOHCEPBATUBHBI B KJIaJle TOJBIOB;
2. TlociemoBaTENBHOCTH IK30HOB MApalioTOB Y BCEX BHUJIOB COIEPXKAT OTKPBITYIO
pamMKy cuuTbiBaHus oOmel nnuHoil 630 m.H.; 3. [IpeackasanHas aMUHOKHUCIOTHAs
MOCIIEZIOBATEIHLHOCTH BEICOKO KOHCEPBATHBHA, BKIIFOUASI TIOJIOKEHUS IUCTEMHOBBIX
octatkoB; 4. IlocnenoBatenbHocTH 000UX TeHOB GH CXOQHBI ¢ T€MH, KOTOpbIE
BeisiBIIeHBI y S. salar u O. tshawytscha, y koTopsix 06a rera (QyHKIIMOHAIBHBI
(Von Schalburg et al., 2008); 5. ITocienoBaTeIbHOCTH 00OUX T'C€HOB HAXOATCS
10J1 BIMSIHUEM OYHIIAIOIIEro oToopa. Bee ke ocTaercs HEM3BECTHBIM, MOYEMY U
JUTSL Y€TO CYIIECTBYIOT MapaIOTUYHBIC TEHBI B TEHOME JIOCOCEBBIX PHIO.

CymecTBytomiasi TUIoTe3a, COrjaacHo KOTOPOW, AYIUIMIIMPOBAHHbBIE T€HBI CO
BPEMEHEM B DBOJIOIUU MOTYT MPUOOPETaTh HOBBbIC (DYHKIIMHU, TTOATBEPKIACTCS B
ciydae MHOTHX cemeiictB reHoB (Ohno, 1970). OmgHuM W3 TOAXOAOB IS
NOHMMAaHHS 3aKOHOMEPHOCTEM SBOJIOIMM MHOXXECTBEHHBIX TI'€HOB, SIBJISETCS
CpPaBHUTEJIHHBINA U (DUIOTCHETUYECKUIN aHaTIN3bl, TTO3BOJISIONINE OLEHUTh BIUSHUE
pa3HbIX (DaKTOpOB, BKIIOYAs pa3IMUHbIE (QOPMBI OTOOpa, HAa CTPYKTYpy U

AUBCPICHIONIO PA3JIMYHBIX YHACTKOB I'CHOB B ITPOLCCCC 5BOJIIOIIMHU BHAOB.



100

4.2 JluBepreHiusi KOAUPYOUIUX MOCIEA0BATEIbHOCTEH TeHOB-TIAPAJIOTr0OB

[Tomy4yeHHbIC JTAaHHBIC 1o 00BETMHCHUTO KOJAMPYFOIITHX
nocnenoBarenpbHocTeil TeHOB GH1 m GH2 B oTnmenpHBIE KIacTephbl TOKa3BIBAIOT
JABHIOIO HE3aBUCUMYIO MX DBOJIIOIUIO M HAIMYKE IBYX T'€HOB TOPMOHA POCTA yKE
y MIPEAKOBBIX (POPM JIOCOCEBBIX PHIO.

JIMBEpreHIMM TaKCOHOB, K KOTOPBIM OTHOCSTCS HCCIIEAOBAaHHBIC HaMU
BUIBI, OCHOBaHHas Ha MOP(QOJOTHUECKHX M  MOJCKYJSAPHBIX  JIAHHBIX
NPEJCTaBISICTCST  CICAYIOIMUM  00pa3oM: OT HEKOoed mpeakoBod  (Qopmbl
JTMBEprHpOBajia BETBb, IMpHBEOIIas K oOpazoBaHuio poxa Salmo, wu
MOCJICIOBATEIbHO  OTICIMINCh BETBHM, BKItoyarome poxbl  Salvelinus wu
Oncorhynchus (Crete-Lafreniére et al., 2012).

B nenmom ¢umorenus pomo Oncorhynchus u Salvelinus, nmonmyuennas Ha
OCHOBE TIOoCiemoBaTeabHOCTe 000mx reHoB GH, pgocraroyno Xoporo
coryacyercsi ¢ GIIOTeHHEH dTUX TaKCOHOB, OCHOBAaHHBIX HA JIPYTHIX IMOAXO0JAX H
npu3Hakax. B To ke Bpems moJiockeHHWe BHJIOB poja Salmo Ha ¢uiorpamme c
BBICOKOW TMOJJEP)KKOH HE BCEr/la KOHIPYIHTHO C HWMEIONUMUCS CXEMaMU
JUBEPreHIIMN BHJIOB B 3ToM Tpymme. B ciydae ¢unorenun mo reny GH1, S. salar
JNEHCTBUTENLHO (opMUpyeT Oa3anbHBIA KJIACTEp MO OTHOIICHHWIO K TOJbIaM W
TUXOOKEaHCKUM JiococsiM. B To ke Bpems S. trutta ¢ BBICOKOM MOIAEPIKKON
KJacTepusyeTcs ¢ Buaamu poja Oncorhynchus, Ho He ¢ OJIM3KOPOICTBECHHBIM
BuzioMm S. salar. Ananoruuso, B ciiydae unorenunu no reny GH2, S. trutta taxxe
00BEIUHSICTCA C THXOOKEAaHCKHMMH JococsMu, a S. salar kmacrepusyercs ¢
roibiiamu pona Salvelinus (puc. 3.3, 3.4, 3.5). /lanHble 10 aMHUHOKHCIIOTHBIM
MIOCJICIOBATEIIHLHOCTSAM TIOJITBEPIKIAIOT HEOIPEACICHHOCTh B TIOJOXKEHUH pOjIa
Salmo orHOcuTEeNBHO ABYX JOpyrux TakcoHoB (puc. 3.6, 3.7). Panee
HECOOTBETCTBHUE IMOJIOXKEHHUS BUAOB poja Salmo B (prIIOreHeTHYeCKUX JICPEBbIX
ObUTO OOHApYXXEHO MPH CPAaBHCHHH HMHTPOHHBIX ITOCIICOBATEILHOCTEH TeHa
ropmoHa pocra (Oakley, Phillips, 1999). Hamum Taxke OBLUIO OTMEYEHO

HCCOBIIAACHNUC NUBCPICHIINN MHTPOHHBIX YYaCTKOB I'CHA GHu SBOJJIFOIMH TaKCOHA
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(ITanbkoBa, bpeikos, 2013). Kpere-Jladhpunu ¢ komeraMy TakKe yKa3bIBalOT Ha
HEONPEICJICHHOCTh MOJOXKEHUsI BUJIOB 3TOr0 pojia B (DUIOTEHETUYECKOM JIEpEeBe
KaK CJIEJICTBUE HECOTIACOBAHHOCTA (UIOTEHUH 10 MHUTOXOHAPHUATIBHBIM U
snepubiM renam (Crete-Lafreniére et al., 2012).

OmHUM W3 OCHOBHBIX IPHUHITUIIOB MOJEKYJISIPHONU (DUIIOTEHETUKH SBIISICTCS
JOMYIIEHUE, YTO HAKOTUICHHE HYKJICOTHIHBIX 3aMEH MPOUCXOJUT PAaBHOMEPHO BO
Bpemenu (JIykamos, 2009). OueBuaHO, YTO B HAIIEM CIIydae Mbl HAOJIIOJIAEM 3TO
He Bcerga. Hambomnee BepoOSITHBIM ClEAyeT MojaraTh, YTO 3TO SIBJICHHE MOKET
ObITH 00yCIIOBIIEHO 0TOOpOM. Bo BCcex ciyyasix OYEBUIHO BIUSHHE OYMINAIOIIETO
oroopa, mpu koropom AN < dS (ta6mn. 3.17). [Ipu 3TOM 0TOOP, MO-BUAUMOMY, OBLI
pasHoHampaBieH. [lOoCKOIBKY TECTBI HE BBIBIAIOT KaKuX-JIHOO CalToB,
HAXOJSAIIUXCS  TOJ  BJIMSHUEM  MOJOXKUTEIBHOTO  0TOOpa, HE0OXOAUMO
IPENONIOKUATh, YTO 3TO OO0YCIOBIEHO Pa3HBIM JaBJICHHEM OYHIIAIOIIETO 0TOOpa
Ha TeHbI-TIAPAJIOTH.

DTO TakKe clieyeT MpU CPaBHEHUH U3MEHUHUBOCTU B MOCJIEIOBATEIHLHOCTSIX
OK30HOB W WHTpPOHOB TreHOB GH. M3BecTHO, YTO WHTPOHHBIE YYAaCTKH TEHOB
JTUBEPTUPYIOT C OOJBIIEH CKOPOCTHIO MO CPABHEHHUIO C SK30HHBIMH, MOCKOJIBKY
HaXOJISATCS MO MEHBIIIMM JTaBJICHHEM O0TOOpa. B Hamem ciydyae cpeaHss BeTnunHa
pasnuunii Mexay sk3oHamu reHa GH1 y Bcex BumoB rosbioB coctaBmia 0,16%
HYKJICOTHUJIHBIX 3aMEH, a MEXIy UHTpoHamu 3Toro ke reHa 0,49%, u pazmuuus
sHaunMsbl (p<0,05). B reae GH2 cpennee paznmuuue mo sk30HaM coctasmio 0,74%,
a mo uatponam — 1,32% (p<0,01).

HeoO6xoaumo OTMETHUTh HM3KHUI YPOBEHb W3MEHUMBOCTU B KOJMPYIOIIUX
ydacTKax B IIeJIoM. Tak, Ipu CpaBHEHHH 0OOMX T'€HOB y JIByX ONM3KUX BHIOB (S.
curilus m S. malma) oOTCyTCTBYIOT MyTalliMi HE TOJBKO B HECHHOHMMHYHBIX
MOJIOKCHUSX, HO JJa)Ke B CHHOHUMHUYHBIX. Bpems He3aBUCUMO# THUBEPTEeHIINN dTOH
napbl BUI0B Mo mutoxouapuaabHoi JJHK oumenuaercs B 2-2,5 mun. et (Oleinik
et al., 2007). OrcyrcTBHE AaKe CHHOHMMHUYHBIX 3aMEH 3a CTOJb JJIUTEIHLHOE
HE3aBHCHMOE CYIIECTBOBAHHE BHJOB MOXET ONPENETSIThCS OAHOHW M3 (opM

0T6opa, P KOTOPOM TaKKC CYIICCTBCHHO ITOJIOKCHUC HYKJICOTUI0OB BO BTOPOM U
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B TPEThEM IOJIOKECHHUIX KOAOHOB. CyIllecTBOBAaHUE TAKOTO OTOOpa COTJIacyeTcs ¢
HaOIIIO/ICHUEM, KOTJa B OJIHOM M3 T'CHOB-TApaIOTOB HEKOTOPHhIE aMUHOKHCIIOTHI
KOAMPYIOTCS OJJHUMH TPUILICTAMH, a B IPYTOM T'eHe — IpyruMHu (Taoir. 3.4).

[TomydeHHble JaHHBIE JAlOT OCHOBaHWE IoJlaraTh, 4YTO CKOPOCTh
HAKOIJICHUSI MyTaIluil B MapajJOTUYHBIX Te€HaX OTiandaercs. HecmoTps Ha TO, 4TO
o0a TeHa HAXOIATCSA TMOJ BIMSHUEM OYMINAIOIICTO OTOOpa, €ro BEJIWYWHA Y
JIOCOCEBBIX pBHIO B OOJBIIMHCTBE ciaydaeB MeHblie B reHe GH2. O6 stom
CBUIETEIBCTBYET (PAKT CMEIeHUsI BeTuInH nuBepreHimu B reae GH2 B cropony
Oonpimx 3HaueHu# 1o cpaBHeHuio ¢ GHI1. B menom 310 cormacyercs ¢ paHHUMH
MIPEANOIOKESHUSIMH O BO3MOXKHOCTH CHWKCHHS JIaBJICHHUS OTOOpa MO OJHOMY W3
OYTLTUIMPOBaHHBIX JIoKycoB (Ohno, 1970; Zhang, 2003; Han et al., 2009).

bonee yOenutenbHBIMH W JIOKa3aTEIbHBIMU  SIBISIIOTCS  JaHHBIE TIO
CpPaBHEHUIO aMHUHOKHCIIOTHBIX MTOCJIEIOBATEILHOCTEH. B Hammem cirygae 0coOeHHO
3aMETHBl PA3IU4YUsl TapajoroB MO CKOPOCTH aMHUHOKHUCIOTHBIX 3aMeH. Bpems
(dbopMHUpoBaHUs JIOCOCEBBIX PbIO matupyercs ot 25 mo 100 mumH. et (Allendorf,
Thorgaard, 1984). Ha 3T0 *e BpeMs, MO-BHIUMOMY, IIPUXOJUTCS TIOSIBIICHHE JIBYX
MapajioroB ropMoHa pocta. Mbl paccyuTalld CKOPOCTh AMUHOKHUCIIOTHBIX 3aMEH B
KaKJIOM TakcoHe i Kaxaoi kommu GH. CKopocTh aMHHOKHCIIOTHBIX 3aMEH IS
BCEX BHJIOB, HUCXOJsi W3 MaKCHUMaJbHOTO BpPEMCHHM HAdaJdbHOW HUBEPTEHIIUU
napajoruYHbIX TeHOB, cocTtaBuia 0,182 x 10®° nug GHI u 0,109 x 10™° qna GH2
Ha calt B TOoJA. Eciaum paccuuThiBaTh OTIEIBHO IS KaXKJIOTO TAaKCOHA, TO
BBISIBISIIOTCS  pasmuuusa. B GH1 y rombioB BooOme He 0OHApYyKEHO
AMUHOKHUCIIOTHBIX 3ameH, B GH2 xoTs u 0oO0HapyXUBalOTCS aMHUHOKHCIOTHBIC
3aMeHbI, HO CKOpocTh Hm3kas — 0,0238 x 107 Ha caifr B rox. B GH2 y mococei
poxa Oncorhynchus ckopocTs HAKOIUIEHNS aMHHOKHCIIOTHBIX 3ameH (0,158 x 107°)
BhIIe B 2 pasa mo cpaHermio ¢ GH1 (0,079 x 10°). B To xe Bpems y
npeacraButeneii poga Salmo oOHapykuBaeTcss oOpaTHas KapTHHA: CKOPOCTb
HAKOILICHHS] aMHHOKUCIOTHBIX 3ameH B GH1 (0,214 x 10®) npesbiimaer ckopocTs

B GH2 (0,095 x 10'9) oosee yem B 2 pasza. OueBHAHO, YTO B OJHOM TaKCOHE
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OUMIIAIOMKA O0TOOp OO0Jiee HMHTEHCHBHBIM IO OJIHOMY TeHy-Mapajiory, a B
OCTaJIbHBIX TAKCOHAX — MO-APYTOMY.

Takum 00pa3oM, HalIM JaHHBIC JAIOT OCHOBAHUS MOJaraTh, YTO CKOPOCTh
HBOJIIOIMU  TapaoruyHbiXx reHoB GH 'y J0coceBbIX pbl0 MOXKET CHIBHO
OTJIMYATHCSA KaK BHYTPU OJHOTO TAKCOHA, TaKk M MEXAy TakcoHaMu. CKOpOCTh
aMUHOKHCIIOTHBIX 3aMeH B pojaax Salmo u Oncorhynchus conocraBuma, HO HU3Kas
CKOPOCTh aMHUHOKHCIIOTHBIX 3aMEH (IPaKTUYECKH Ha MOPAIO0K BEJIUYHHBI) B 000MX
reHax y TosbloB poxaa Salvelinus okazamack HEOXHIAHHOW. DTa TpymIia BHIOB
XapaKTepU3yeTcss BBICOKUM YpPOBHEM JKOJOTHYECKONM u Mopdojgornyeckoi
wiactuanocty  (Christiansen et al., 2013). Baytpm omgHOro BHAa MOTYT
CYIIECTBOBATh MPOXOJHBIC U JKUJIbIE HKOTHIIBI, B OJTHOM BOJIOEME MOTYT OOWTATh
HECKOJIBKO XOpOIIO OTJIMYAKOUIMXCS MOP(OJOTHYECKUX M JaK€ T€HETHYECKHUX
dopm. [ToaToMy MOKHO OBLIO OXKUAATH JEHCTBUS Pa3HOHAIPABIEHHOIO 0TOOpA, B
ToM uuciae U no GH renam, HO 3TO oOKa3ajioch He Tak. Bo3MokHO, 4TO 3Ta
IUTACTUYHOCTh, B TOM YHUCJIE U IO CKOPOCTHU POCTA, CBsI3aHA HE CO CTPYKTYPOM r'eHa
GH, a ¢ u3MeHeHus MU B PETYISATOPHBIX dJIEMEHTAX.

[lomyueHHble JaHHBIE B  OINpPENEICHHOM CTENEHU COIJIaCylOTCs ¢
pe3ynbTaTaMH, TMOJYYCHHBIMH Ha JPYTUX TPYyNmax pbl0 M MMO3BOHOYHBIX
KUBOTHBIX. YacThyHas, a y psAa BHAOB IIOJHAsA, IOCJIEIOBATEIHLHOCTD
CpaBHMBaJach B TMapaJOrM4YHBIX TreHax ropMoHa pocta, GH1 u GH2, y
gykydaHoBbIX peiO (Cypriniformis, Catostomidae) (Bart et al., 2010). Tax ke, kak
B HAlleM Clly4ae, Mapajord CXOJHbl MO0 AMHUHOKHCIOTHBIM U HYKJICOTHUIHBIM
IOCIeI0BaTeIbHOCTAM Oouble ueM Ha 90% u mokaszaHo, 4To o0a reHa HaXOIsTCs
noj JAecTBUEM ouMinaromero oroopa. Benuunna auseprenunn mexay GHI1 wu
GH2 Oosbiie, yem B HaiieM city4ae, U B cpeaHeM coctaBisieT 9,61%. Cpenuss
normapHas JVCTAHIINS BHYTpH 1apajgoroB o HYKJICOTHIHBIM
MOCJIEAOBATEIBHOCTIM OKa3ajiach Tak)ke Oouibllie W coctaBmia 4,46 u 2,43% s
GH1 u GH2 cootBerctBenno (Bart et al., 2010). bonbiiast BequuuHa pa3induii
CBsI3aHA, OYEBUIHO, C OOJBIIMM BPEMEHEM CYIIECTBOBAHUSA KapIOBBIX PhIO, U

COOTBETCTBEHHO, MapaJIOrM4HbIX reHoB GH.
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Puuneiinen wu IlpuMMep paccUMThIBAIM  CKOPOCTh  JTUBEPTEHIIUH
aMUHOKHCIIOTHBIX ToclienoBarenbHocTelt renoB GH y 64 BugoB peid u3 4-x
orpspoB (Ryynanen, Primmer, 2006). Onu Hamum, 49TO CpeTHSS CKOPOCTh
SBOJIONUA B KOAUPYIOLIMX IOCIEAOBATENbHOCTSIX coctasmsier 1,15 x 107 s
spernoro 6enka u 1,58 x 10° 1 cHrHAamBHOTO TENTHAA, TIPH STOM BaPHALMM
BHYTpH OTpsnoB Obuin 4-X Kpatbele (Ryynanen, Primmer, 2006). HaubGonpmeii
CKOPOCTBIO XapaKTEePHU30BalNCh mpecTaButenn otpsiza Perciformes (1,30 x 107
3aMEH Ha CalT B roja), HamMeHbed — npencrasutesnm Siluriformes (0,32 x 10°
3aMeH Ha cait B rox) (Ryynanen, Primmer, 2006).

HepaBHOMepHOCTH cKOpoCcTH JuBepreHinu reia GH Bo BpeMeHHM Imoka3zaHa
Jake B TeX TIpyIIax MO3BOHOYHBIX, IIE 3TOT T'€H YHUKaJICH. Y TPBI3YHOB M
saiiieoOpasmbix (Lagomorpha) BobisiBieHHas ckopocts cocrasuser 0,49 x 107
aMUHOKHCIIOTHBIX 3aMelneHuii Ha cait B rox (Lioupis et al., 1997). B To xe Bpems
y MJICKOITUTAIONINX BBISBICHO J[BA MEPHOa OBICTPHIX N3MEHEHUM, KOT/1a CKOPOCTh
HAKOTUICHUSI U3MEHEHUH B I€HE YBEIMUYMBACTCS 3HAYUTENbHO, B 25—50 pa3. Onaun
W3 TEpHOIOB CBS3aH C JMBEpreHimer mapHokombiTHeX (10,5 x 107
AMUHOKHCIIOTHBIX 3aMEIICHUN Ha CAlT B TOM), BTOPOH — C TMBEPTCHIINEH BBICIINX
npumatoB (10,8 x 10 amuHOKHCIOTHBIX 3amemeHuil Ha caiit B rox) (Wallis,
1996; Lioupis et al., 1997; Wallis., Wallis, 2001; Wallis et al., 2001; Maniou et al.,
2004; Ye et al., 2005). bonee TOro, y BBICHIMX HNPUMATOB CKOPOCTh HAKOILJICHHUS
HECMHOHUMHUYHBIX 3aMEH IMPEBBIMIAET CKOPOCTh HAKOIUICHHWS CHHOHUMHYHBIX, W
Ja)ke CKOpPOCTh W3MEHEHHWH HYKJICOTHIOB B HWHTPOHHBIX YydYacTKaX, dYTO
MOJTBEPXKIACT B OTOM Cllyyae Hajuuue noJsiokutensHoro oroopa (Wallis et al.,
2001). B 6onee nmo3aHel pabote 0a30Basi CKOPOCTh AMUHOKHUCIIOTHBIX 3aMEIICHHI
orernBaercst B ~ 0,25 x 10, a B ciydae mepromoB GbICTOI 3BOMIOLHE ~ 5,0 X 107

¥ (Maniou et al., 2004).
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4.3 JluBepreHuusi HHTPOHHBIX MOCJIe0BATEJIbHOCTEH reHOB-NIapajoroB

[TommydeHHbIE HAMH JaHHBIE CBHUACTEIBCTBYIOT O TOM, YTO WHTPOHHBIC
IIOCJICIOBATEILHOCTH, HECMOTPS Ha TO, YTO CKOPOCTh HAKOIUICHUS HYKJICOTHTHBIX
3aMEH B HHUX BBIIIE [0 CPAaBHEHUIO C DSK30HHBIMH, TaKXe OTHOCHTEIHHO
KOHCEPBATHBHBI M HAXOMATCS, IO-BUIUMOMY, IOJ BIHMsSHHEM oTOopa. Hamnume
oTOOpa MO HMHTPOHHBIM Yy4YacTKaM MOKET OBITh OOYCJIOBJIEHO TeM, 4To 5' u 3’
KOHIIEBBIC IOCJICIOBATEILHOCTA WTPAIOT BAXKHYIO POJIb B TPOIECCE CIIaiiCHHTa
(Zhu et al., 2009). Kpome TOro, KOHCEpPBaTHBHOCTH IIOCJICIOBATEIBHOCTEH B
UHTPOHAX MOXET OIpPEACTAThCS TEM, 4YTO OHH HECYT OIpEICICHHYIO
(YHKITMOHATIBHYIO Harpy3Ky. To, 4TO HHTPOHHBIC YYaCTKH B T€HaX TOPMOHA POCTa
MOTYT HECTH (YHKIMOHAJIBHYIO HArpy3Ky M MOTYT HAXOJUTCS IOJ JCHCTBHEM
orbopa, cienyer u3 Hamuyus B uHTpoHe C 000MX TEHOB ACTPOTEH-
YyBCTBHUTEIBHOW TMOCIeIoBaTeIbHOCTH (estrogene responsible element, ERE)
(Driscoll et al., 1998). Peuentop sctporena (ER) sBisiercs TpaHCKpUIIIMOHHBIM
(dakTOpoM, CBSI3BIBAIOIIMMCS CO cIielupuIecKuMu mocieaoBarenpbHocTsIMu JIHK,
HalJIEHHBIMU B OJCTporeH-uyBcTBUTENbHBIX TeHax (Driscoll et al., 1998), k
KOTOPBIM, BEPOSTHO, OTHOCATCS 1 reHbl GH.

IMocnenoBarensHocTs ERE B remax GH1 u GH2 B. lenok nmpentuuna, HO
OTJAMYAeTCA Yy  MapajioroB  JPYrMX BHJOB  JIOCOCEBBIX  (Tadim.  4.2).
[TocnenoBarensHOCTh, HAEHTUYHAA IocienoBarenbHocTh ERE  nenka, taxke
obHapyxena B reHax GH1 ronbemos, 3a uckmouenneM S. malma u S. curilus, y
koTopbix ERE comepuT olHYy HYKJICOTHIHYIO 3aMEHy, a TakXKe y BUIOB pojia
Oncorhynchus u H. taimen. DcrporeH-d4yBCTBHTEIbHBIN 3yieMeHT reHa GH2
oriauyaeTcs ot mnocienoBarenpHoct ERE  B. lenok omnol HykieoTumaHOM
3ameHoM, a y S. leucomaenis u S. fontinalis B mocnenoBatensHoct ERE BhIsIBIIEHO

JIBE HYKJICOTHIHbIC 3aMeHBI (Ta0. 4.2).
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Tabmnura 4.2

[TocaenoBarenpuoct ERE renos GH1 u GH?2

Bun

GH1

GH2

B. lenok

GGG CAA GCA GAC C

GGG CAA GCA GAC C

C. artedi

c- -

A - -

- A

C_dupeaformis ce e e e e e e e e o A
T. arcticus A A - C e T

H.taimen e e e e e e Toe o

H. hucho e e e e e e . . . . . . . .

P. perryi - T

A. ohridana SR
S. salar

S. trutta

O. masou

O. mykiss

O. clarki

O. kisutch

O. nerka

O. tshawytscha
O. keta

O. gorbuscha
. alpinus

. leucomaenis e e e .G
. fontinalis e e e e G
. hamaycush
. curilus
malma - C -
. taranetzi .

. levanidovi

—

—

> >> >
>

Ol -

e e T T e e | e | | e T e S T

Eme onun npenmnonaraeMplii peryyisiITOPHBIN y4acTOK OOHAPY>KEH B TOM K€
uatpoHe C. Panee B rene GH2 y O. mykiss Obuim BhIsiBIieHBI qBe AT-Oorarsie
obactu, coaepikarire npeamnonaracmeie Pit-1-ces3piBarorniue caiiter (Bernardini et
al., 1999). [NocnenoBarensHOCTH Pit-1-CBsA3bIBaOIETO CaiiTa IEPBOM 00JACTH I'eHA
GH2 y Bcex BumoB Oncorhynchus uaentuuna nociaemoBarenprocT O. MykKiss u
COACPKHUT OJHY HYKICOTHIHYIO 3aMEHY 110 CPAaBHEHHIO C OCTAJIbHBIMU BUIaMHU.
Hckmrouenne  cocrtaBimsier S.  leucomaenis, 'y KOTOporo B  JIaHHOW
TIOCJICZIOBATEIbHOCTH OOHAPYKEHO 2 HYKJICOTHIHBIC 3aMEHbL. ieMeHThl Pit-1

BTOpOI obnactu Oosiee BapuabesbHbl (Tadm. 4.3). Tak, nepssiid caiitr O. nerka, S.
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leucomaenis, S. fontinalis, A. ohridana coxepskut 1o oHON HYKJICOTHIHOM 3aMEHE
[0 CPaBHEHUIO C MOCJEN0BATEILHOCTHIO OCTaJIbHBIX BHJIOB, @ y KIKyda 3TOT
y4aCTOK MOYTH MOJTHOCTBIO 0TCycTBYeT. [locienoBarenbHOCTh BTOporo caiTa Pit-1
UJICHTUYHA Yy BCEX BHJIOB, KPOME THXOOKEAHCKHX Jiococel, u omimnuaercsa ot O.
myKiSS oaHOW HYKJICOTHIHOW 3aMEHOW W Jelenreld OJHOro HykieoTwaa (Talil.
4.3).

[Ipu cpaBHeHHMH ABYX TI'€HOB IOKAa3aHO, YTO IOCJIEAOBATEILHOCTh cailTa
cBsa3bIBanms Pit-1, comeprkamierocs B rmepBoit odmactu rena GH1, koHcepBaTuBHa
y BC€X BUOB M MMEET 3aMEHY OJIHOTO HYKJIEOTH]a Mo cpaBHeHHUIO ¢ reHom GH2
O. mykiss. TIlepesrii cait Pit-1 Bropoit obmactu rema GH1 3HaumTensHO
ornuyaeTcss or reHa GH2 wm oOHapyXuBaeT KOHCEPBATHBHOCTh TOJBKO B
IICHTpaJIbHOW CBoel wactu. Btopoit caiit Pit-1 xoHCepBaTMBEH y BCEX BHJIOB U
UJCHTUYCH aHAJIOTMYHON TochenoBaTenbHocT TeHa GH2, 3a wuckmoueHueM
Bui0B Oncorhynchus (ta6:. 4.4).

B npyrux uHTpoHaX y ApYruxX HpeICTaBUTENICH JIOCOCEBBIX BBISBICHO €IIe
HECKOJIbKO BEPOSTHBIX CAaNTOB CBSI3BIBAHUS C TPAHCKPUIITMOHHBIMH (haKTOpaMHu
(Yang et al., 1997; Bernardini et al., 1999; Von Schalburg et al., 2008), koTopbie
oOHapyxuBatOTCsI U y ToJbloB. B uderBépromM uuTpoHe (D) nHaiimen nAMO®-
orBeTcTBeHHBIH 3eMeHT (CAMP responsible element, CRE). B reue GH1 CRE
MPUCYTCTYeT y BCEX HCCIEIOBAaHHBIX BHUJOB JIOCOCEH ©  TPENICTaBIICH
MaJTMHIPOMHOM TOCIIEIOBATEIPHOCTHIO, 338 UCKITFOUCHHE JICHKA U JIBYX BHUIOB PoOJia
Coregonus.  IlocmemoBarenmpHocTh CRE  rema GH2  orimuaercs ot
nocinenoBatenbHocty CRE rema GH1 onHolt HykieoTHAHOW 3aMEHON Yy
OonbimHCTBA BUIOB. B rene GH2 nByx BumoB THX0OKeaHCKHX Jococei (O. clarki
u O. masou) CRE He oOHapy»eH, Kak pe3y/ibTaT IPUCYTCTBUS B 3TOM MOJOKCHHN

NPOTSHKCHHOM aeneruu (tadi. 4.5).



. mykiss

. clarki

. gorbuscha
keta
nerka
kisutch
masou

. tshawytscha
S. alpinus

S. leucomaenis
S. fontinalis
S. namaycush
S. curilus

S. malma

S. taranetzi
S. levanidovi
S. salar

S. trutta

A. ohridana
P. perryi

H. hucho

H. taimen

B. lenok

00000000

[Tpumeuanue. B pamkax ykazansl Pit-1-cBsi3piBaromiye canTol.

[TocnenoBarensHocT AT-00raThix 0OMacTel, pacnoiokeHHbIX B uHTpoHEe C rena GH2

CGATTCCAAC
CGATTCCAAC
CAATTCCAAC
CAATTCCAAC
CAATTCCAAC
CAATTCCAAC
CAATTCCAAC
CAATTCCAAC
TGATTCCAAA
TGATTCCAAA
GGATTCCAAA
TGATTCCAAA
TGATTCCAAA
TGATTCCAAA
TGATTCCAAA
TGATTCCAAA
AGATTCCAAA
TGATTCCGAA
TGATTCCGAA
TGATTCCAAA
TGATTCCAAA
TGATTCCAAA
TGATTCCAAA

O6acts 1

ATGAATAA TAGGG
ATGAATAA TATGG
ATGAATAA TAGGG
ATGAATAA TAGGG
ATGAATAA TAGGG
ATGAATAA TAGGG
ATGAATAA TAGGG
ATGAATAA TAGGG
ATAAATAA TAGGG
NGAAATAA TAGGG
IWTAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
IWTAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGG
ATAAATAA TAGGA
ATAAATAA TAGGA
ATAAATAA TAGGA

O06acTs 2

Caiir 1

TTC—- TCCAGC------=--=---- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTCATGCAGC----- ---AJATGTATCATGTAAA
TTC- TCCAGC-- ---AJATGTATCATGTAAA
TTC- TCCAGC-- -—---AJATGTGTCATGTAAA
TTC- TCCAGC AATGT

TTC— TCCAGC------=------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- AJATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTGTCATGTAAA
TTC— TCCAGC-------------- C|ACGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|ATGTATCATGTAAA
TTC— TCCAGC-------------- C|GTGTATCATGTAAA
TTC— TCCAGCCATGTATC|ATGTATCATGTAAA
TTA— TCCAGC-------------- CIATGTATCATGTAAA
TTA— TCCAGC-------------- CIATGTATCATGTAAA
TTA—- TCCAGC-------------- C|ATGTATCATGTAAA

TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGAATCTCAAGCTGTAC
ITGATATGGCATCTCAAGCTGTAC
TTATGTGGCATCTCAAGCTGTAC
TGATATGGCACCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGACATGGCATCTCAAGCTGTAC
ITGACATGGCATCTCAAGCTGTAG
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
FTGATATGGCATCTCAAGCTGTAC
FTGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCAGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC
TGATATGGCATCTCAAGCTGTAC

Caiit 2

Taomuna 4.3

IMATTACAT
IAATTACAT
IAATTACAA
AATTACAA
AATTACAA
IAATTACAA
IAA-TACAA
INATTACAA
AA-TACAA
AA-TACAA|
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
IAA-TACAA
AA-TACAA
IAA-TACAA
IAA-TACAA
IAA-TACAA

CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
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. mykiss GH2
. mykiss

. clarki

. gorbuscha
. keta

. nerka

. kisutch

. masou

. tshawytscha
S. alpinus

S. leucomaenis
S. fontinalis

S. namaycush
S. curilus

S. malma

S. taranetzi

S. levanidovi
S. salar

S. trutta

A. ohridana

P. perryi

H. hucho

H. taimen

B. lenok

oNoNoNoNoNONONONS),

[TocnenoBarensHOCcTH AT-00raThix 0OMacTel, pacnonokeHHbIx B uHTpoHe C rena GH1

CGATTCC- AAC
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
AGATTCCAAAA
TGATTCC- AAA
TGATTCC- AAA
TGATTCC- AAA
TGATTCC—- AAA
TGATTCC—- AAA
TGATTCC—- AAA
TGATTCC- AAA
TGATTCC- AAA
TGATTCC- AAA
TGATTCC—- AAA
TGATTCC—- AAA
TGATTCC—- AAA
TGATTCC— AAA
AGATTCCAAAA
TGATTCC- TGA

O6acts 1

IATGAATAA
ATAAATAA
ATAAATAA
ATAAATAA
ATAAATAA
ATAAATAA
ATAAATAA
ATAAATAA
ATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
IATAAATAA
ATAAATAA
ATAAATAA]

TAGGG
TAGGG
TAGGG
TAGGG
TAGGG
TAGGG
TAGGG
TAGGG
TAGGG
CAGGG
CAGGG
CAGGG
CAGGG
CAGGG
CAGGG
CAGGG
CAGGG
TATGG
TATGG
TATGG
TAGGG
TAGGG
TAGGG
FAGGG

Caiir 1

TTCTCCAGC(Q

ATGTATCATGT-AAA
ATCATGT-AAA|

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT-AAA

ATCATGT—AA

ATCATGTTAAA

ATCATGT-AAA

ATCAGGT-AAA

[Tpumeuanue. B pamkax ykazansl Pit-1-cBsi3piBatomye cainThl.

Oo6uacts 2

TGAT--ATGGCATCTCAAGCTGTAC
T -=--mm- AGGGCATCTCAAGCTGTAC
T -=--mm- AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - ATGGCATCTGAAGCTGTAC
T - AGGGCATCTCAAGCTGTA-
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAG
T ~memem- AGGGCATCTCAAGCTGTAC
T ~memem- AGGGCATCTCAAGCTGTAC
T ~memem- AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGCATCTCAAGCTGTAC
T - AGGGAATCTCAAGCTGTAC
T ~memem- AGGGCATCTCAAGCTGTAC
T -memeee- AGGGCATCTCAAGCTGTAC
Temmmemen- AGAGCATCTCAAGCTGTAC
T - AAAAGCATCTCAAGCTGTAC
TGAT- ATGGCATCTCAAGCTGTAC
C - AGGGCATCTCAAGCTGTAC

Caiit 2

AATTACAT

IAA-TACAA
IAA-TACAA
IANA-TACAA
IANA-TACAA
IAA-TACAA
IAA-TACAA
IANA-TACAA
AA-TACAA
IAA-TACAA
IAA-TACAA
AA-TACAA
IAA-TACAA
IAA-TACAA
IAA-TACAA
IAA-TACAA
IAA-TACAA
AA-TACAA
IAA-TACAA
IAA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA
AA-TACAA

LTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CTCAAC
CCCAAC
CTCAAC
CTTCAT
CTTCAT
CTTAAT
CTTCAT
CTTCAT
CTTCAT
CTTCAT
CTTCAT
CGCAAC
CGCAAC
CGCAAC
CTCAAC
CTCAAC
CTCAAC
ICTCAAC

Taomnuma 4.4

60T
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Tabmura 4.5

CRE-anement B unTpoHe D renoB GH1 u GH2 nococépbix

B

na

GH1

GH2

. tshawytscha

ACT GCA GT

ACT GTA GT

. mykiss

. clarki

. gorbuscha

. keta

. nerka

. kisutch

. masou

. alpinus

. leucomaenis

. fontinalis

. hamaycush

curilus

malma

. taranetzi

. levanidovi

salar

. trutta

>|»|w|v|v|v|vlvnlulnlnlo|o|o|o|o|o|o|o

. ohridana

P.

perryi

H.

hucho

H.

taimen

B.

lenok

T.

arcticus

C.

artedi

C.

clupeaformis

B

UHTPOHE

oOHapyxeHa

OJHa KOHCCpBAaTHBHAA

MMOCJICAOBATCIIBHOCTb, KOTOpPAsA BKJIKOYACT B ce0s HECKOJIBKO IIPpAMBIX ITOBTOPOB

GATT, na3BanHas MakkeeM M coaBTOopaMu «Mukpocaremumrom» (McKay et al.,

2004). JIBe xomuu 3TOTO MOBTOpa oOHapyxuBatoTcsi B reHe GH1 ronbios, kak u y

OonbpIMHCTBA APpYyTuX BUOB J0coc€BbIX. ['en GH2 conepxkut Tpu GATT noBTopa,

noxo0Ho S. salar u S. trutta. Mckmouenue cocrasisier rer GH2 S. leucomaenis, y

KOTOpOro, B pe3yjbTare ACJICHUA LIeTI)IpéX HYKJICOTUZI0OB, MMCCTCA TOJIBKO ABa

noBropa (tabn. 4.6). B ommmume ot pomoB Salmo u Salvelinus, xomuuectBo

noBTOpoB B reHe GH2 y tTuxookeanckux sococeit poga Oncorhynchus sapeupyer

OT JByX (4aBblda M KIKy4) 70 ueThipéx (ropOyma u kera). HaumOombliee
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kosimdectBo moBTopa GATT BesIBIeHO B yerBépTOoM MHTpoHe H. hucho u H.
taimen, 5 u 9 MOBTOPOB COOTBECTBEHHO. OUYEBUHO, YTO CTOJb KOHCEPBATHUBHAS
IIOCJICIOBATEIPHOCTh SBIISIETCS He mpocTo MukpocatemmaTom (McKay et al.,
2004), Ho ckopee HeceT (QYHKIMIO PETYIISIIIUU, OCHOBAHHYIO Ha B3aUMOJICUCTBHUH C
OesKamu.

To, 4To JJIMHA ¥ NOCIIEIOBATENBHOCTh HYKJIEOTUOB HE TOJIBKO SK30HOB, HO
U MHTPOHOB, MOJBEP>KEHbI OTOOPY, M3BECTHBI JJIA APYIMX T'€HOB B Pa3IMYHBIX
TakcoHaXx. B mocnenaHue AecsITUIETHE HaKariuBaeTcs Bce OOJblle JaHHBIX,
CBUJIECTEIBCTBYIOMIMX O TOM, YTO B MHTPOHHBIX YYaCTKaX COIEPKUTCA OOJIbIIOE
KOJIMYECTBO 3JIEMEHTOB, PETYJIHUPYIOIIUNX MPOLECCHl TPAHCKPHUIILIUA U CO3PEBAHUS
MPHK: nerpancnmupyemsie PHK, caiitel u PHK, perynupyrommue crimaiicunr u ap.
(Zhu et al., 2009). BoisBieHbl pa3iauyus B YHCJIC 3aMCIICHUH HA CalUT MpH
CPAaBHEHUU HWHTPOHOB T'€HOB Yy 4YEJOBEKa M IIMMIAH3E, OOHapy)XeHa CTporas
MOJIOKUTENIbHAST KOPPEIAIUS MEXAY JUTMHOW MHTPOHA U BEIMYUHOM TUBEPTEHIINH,
CTporasi OTpullaTeIbHast KOPPENlus MeXIy JUITMHOW UHTPOHA U conepskanuem ['1]
nap ocHoBanuii (Gazave et al., 2007). Takxke IOKa3aHO, YTO CKOPOCTb
JUBEPIreHIINN BapbUPYET Y HMHTPOHOB M 3aBUCUT OT WX MOPSAJIKOBOrO HOMEpa
BHYTpH TreHa. Pa3nuuusi B CKOPOCTH JMBEPre€HIUMH HHTPOHHBIX oOOJlacTed u
MEXT€HHBIX 00J1acTell y BUJIOB APO30(UIT TAKKE UHTEPIIPETUPYETCS KaK HATMUUE
dbakTopoB 0TOOpa, HE CBSI3aHHBIX CO CKOPOCTHIO MYTAIlUW WA PEKOMOWHAIIHIA
(Ometto et al., 2006). Anamoru4Ho, Npu aHadM3e T'eHOB 13 3YKAPUOTUYECKUX
IT€HOMOB DPACTEHUH W JKMBOTHBIX IIOKa3aHO, UYTO CYUIECTBYIOT HEKHE OOIIue
(bakTophl, BO3MOXHO — OTOOp, BIMSIONIME HA CTPYKTYpPY H DBOJIIOIHUIO Kak

9K30HHBIX YYaCTKOB, TAK M MHTPOHHBIX B TOMOJIOTHYHBIX TeHax (Zhu et al., 2009).



Crpykrypa (GATT), Mukpocareinra, pacnoioxenHoro B uaTpone D renos GH

Tab6aua 4.6

Bun GH1 GH2
O. tshawytscha CATTGAGTGATTGATTC CATTGAGTGATTGATT GATC
O. mykiss CATTGAGTGATTGATTC CATTGAGTGATTGATTGATTGATT CATC
0. clarki CATTGAGTGATTGATTC CATTGAGTGATTGATTGATGGATT CATC
O. gorbuscha CATTGAGTGATTGATTC CATTGAGTGATTGATTGATTGATT CATC
O. keta CATTGAGTGATTGATTC CATTGAGTGATTGATTGATTGATT CATC
O. nerka CATTGAGTGATTGATTC CATTGAGTGATTGATTCATTCATT CATC
0. masou CATTGAGTGATTGATTC CATTGAGTGATTGATTGATT CATC
S. alpinus CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. leucomaenis CATGGAGTGATTGATTC CATTGAGTGATTGATT CATC
S. fontinalis CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. namaycush CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. curilus CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. malma CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. taranetzi CATGGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. levanidovi CATGCAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. salar CATTGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
S. trutta CATTGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
A. ohridana CATTGAGTGATTGATTC CATTGAGTGATTGATTGATT AATT
P. perryi CATTGAGTGATTGATTC CATTGAGTGATTGATTGATT AATC
H. hucho CATTGAGTGATTAATTC——--—- CATTGAGTGATTGATTGATTGATTGATT AATC
H. taimen CATTGAGTGATTAATTC--—-- CATTGAGTGATTGATTGATTGATTGATTGATTGATTGATTGATTAATC
B. lenok CATCGAGTGATTGATTGATTAATC CATCGAGTGATTGATTGATT AATC
T. arcticus CATTGAGTGATTGATTGATTAATC CATTGAGTGATTGATTGATT AATC
C. artedi CATTGAGGGATTGATTGATTAATC CATTGAGGGATTGATTGATT AATC
C. clupeaformis | CATTGAGGGATTGATTGATTAATC CATTGAGGGATTGATTGATT AATC

cll
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JlonoaHUTENbHBIMUA  (DAKTOpAMU, CIOCOOHBIMU OKa3bIBaTh BIMSHHUE Ha
KOHCEPBATUBHOCTh W  pa3U4usi B CKOPOCTU JUBEPIeHIIMM HHTPOHHBIX
MOCIIEIOBATEIBHOCTEH B MApaJlOTUYHBIX TEHaX, SABIAIOTCS dPPEKT XUUXalKuHTa
u/unn 3¢ dexr Xumia-Podeprcona (Fay, Wu, 2000; Comeron, Kreitman, 2002).
[IpencraBisieTcs, UYTO OTPHUIATENBHBIA OTOOP MO DSK30HAM HE  TOJBKO
OTrPaHUYMBAET BO3MOXKHOCTh U3MEHEHUH Ja)kKe 110 CHHOHUMUYHBIM TOJIO)KEHUSM B
caMuX DHK30HaX, HO OTOOp HHTEppepupyeT Ha MNpuJIeKallue HEKOAUPYIOUTUE
untponneie ydactku (Comeron, Kreitman, 2002). B Hamem ciydae mpu
CPaBHEHUU JMBEPreHIMM B  TeHax-Mapajorax BHJIHO, YTO  BBICOKas
KOHCEPBATUBHOCTh IK30HHBIX ydacTKoB B reHe GHI ompenenser u O60ibIIyro
KOHCEPBATHBHOCTh HMHTPOHHBIX YYacTKOB B 3ToM reHe (tadm. 3.12, 3.18).
CHmxeHue AaBlIeHUsT OTOOpa MO 3K30HHBIM TOCIENOBaTENbHOCTSIM reHa GH2
CHIDKAET JIaBJIEHUE OTOOpa U M0 MHTPOHAM.

[TosyueHHblE HaMU JaHHbIE TOJJEPKUBAIOT HEKOTOPBIE MPEICTABICHUS O
HEPaBHOMEPHOCTH CKOPOCTH 3BoJitolud reHoB GH B TakcoHax W BO3MOXHOMU
CBSI3M M3MEHEHHA B CKOPOCTH DBOJIONWU C AymoukamusmMu reHoB GH. B
sposroruu Mitekonutaronux (Cetacea, Artiodactyla (Cetartiodactyla) u Primates),
a Tarke y BopoObHHBIX (Passeriformes), orme4aroTcss MepHOIBl «B3PBIBHOTOY»
BugooOpazosanus (Wallis, 1996; Wallis, Wallis, 2001; Liu et al., 2001; Maniou et
al., 2004; Yuri et al., 2008; Tamaki et al., 2008). B aTux ke TakCOHaX BBISBJISIOTCS
nynnukanuu reHoB GH, u mepuonsl yBenmW4eHHs] CKOPOCTH W3MEHEHHS B ITHX
IeHax B HECKOJIBKO pa3, B TOM 4YHCJIE U B KOJUPYIOIIMX IOCIEIOBATEIbHOCTAX
(Wallis, 1996; Wallis, Wallis, 2001; Liu et al., 2001; Yuri et al., 2008; Tamaki et
al., 2008). Y nococeBbix pbI0, y KOTOpbIX TeH GH mymmuiupoBaH, U Uit KOTOPBIX
OBLT XapakTepeH JTam OBICTPOTO O0Opa30BaHUSI HOBBIX BHJIOB, MBI TaKXe
OOHapy UM HEPABHOMEPHOCTh CKOPOCTU U3MeHeHuH reHoB GH.

Takum 00pazom, CpaBHUTEIBHBIA aHAJIN3 I€HOB TOPMOHA pOCTa IOKa3all,
YTO IyIUIMKalKs HMX, oOpa3oBaHHE T'€HOB-TIAPajOrOB MPOHU3OILIO B 3BOJIIOLMU

JJOCOCEBBIX pBI6 O4YCHb paHOo, A0 PpPa3aciC€HUud HUX Ha OCHOBHBLIC JIMHHUH
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nojacemerictea Salmoninae (Salvelinus, Salmo, Onchorynchus, Brachymistax,
Hucho, Parahucho).

N3BecTHO, 4YTO 4YeM OOJbII€ YHUCIO MNPU3HAKOB (YBEIMYECHHE JIJTUHBI
aHAIIM3UPYEMOH TOCIIEAOBATEILHOCTH), TeM OoJiee HaaS)KHBIMU (OMU3KHMH K
UCTUHHBIM) JIOJDKHBI  OBITH  PE3yJIbTaThl PEKOHCTPYKIIMU  SBOJIIOIIMOHHBIX
orHomrenuii (JIykamos, 2009). ®dunorpamMma, OCHOBaHHas Ha OOBEIMHEHHBIX
JaHHBIX 110 ABYM reHam GH romibiioB (06a HHTpOHA JBYX T€HOB TOPMOHA POCTA), B
3HAYUTENIbHOM CTENEHH COTJIaCyeTCsl C CYIIECTBYIOUIMMH IPEACTABICHUSIMHU O
OJMM30CTH BHUJIOB M TOCJICIOBATCIBHOCTH WX IMBEpPreHIuu. S. namaycush, S.
fontinalis, S. leucomaenis u S. levanidovi sBisitOTCS paHO JUBEPTHPOBABIIUMHU
BHJIaMH, C BBICOKMM YPOBHEM MOJIepXKU (opmupyercs kimacrep S. malma, S.
curilus, S. alpinus u S. taranetzi (puc. 3.14). ITociaenoBaTeIbHOCTh TUBEPICHIIUN
paHee IpoaHAJIM3UPOBAHHBIX BUOB, MO reHam ropmona pocrta (Oakley, Phillips,
1999; Westrich et al., 2002; Phillips et al., 2004), cxoxHa ¢ mOJy4eHHOH HaMH.
JloGaBieHHBIE HAMH BHUABI TOJBIIOB pacrloJjiaraloTcss Ha (QuiorpaMMe B
COOTBETCTBHUM C JaHHBIMH, IOJIyYCHHBIMH paHEE C WCIIOJIb30BAaHUEM JPYTUX
MOJXO/J0B M METO/MOB: S. CUrilus oOHapyXHMBaeTCsi KaK CECTPUHCKUH BHJ IO
otHolreHuto k S. malma, S. alpinus u S. taranetzi HaxoauTcs B OJHOM KiIacTepe C
S. malma u S. curilus, a S. levanidovi, kak u npeanonarainoce panee (Behnke,
1980; I'mybokoBckuii, 1995; Pamuenxo, 2005; Oleinik et al., 2007), sBusercs
OJTHUM W3 HamOoJiee PaHO OTACIMBIIMXCS BHJIOB OT OOIIEH BETBH TOJBIIOB H
OJM30K K CeBEpOAMEPUKAHCKUM BHIAM.

bonee wHTepecHbIe pe3yabTaThl CICIYIOT W3 CpPaBHEHUS JICPCBBEB,
MOJIYYCHHBIX Ha OCHOBE CPAaBHUTEIBHOTO aHajW3a JBYX OOJIBIINX WHTPOHOB B
JIBYX reHax ropMoHa. Kak BHJHO M3 NMpPHUBEICHHBIX AaHHBIX (puc. 3.12 u 3.13),
MEXIy JIEPEBbIMH OOHApPYKHUBAIOTCS CYIIECTBEHHbIC OTIWYMs. Tak, mpu
MOCTPOCHUH (PUIIOTEHETHYECKOTO JiepeBa 1Mo nHTpoHaMm reHa GH1 rosbeIioB, TMHUN
S. fontinalis u S. leucomaenis ¢opmupyioT Haubosiee IUBEPTrUPOBABIIHE
otaenpHble BeTBU. S. alpinus m S. namaycush kiacTepu3yroTcs ¢ BBICOKHM

ypoBHeM nojaaepkku. Bee asuarckue nmunuu (S. taranetzi, S. levanidovi, S. malma
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u S. curilus), Mmexxay KOTOpbIMH HAaOIIOAAI0TCS OJM3KKHE FeHETHYECKUE JUCTAHIINH,
obpa3yroT o0muii kiaacrep (puc. 3.12).

B ciyuae ananmsa uaTponoB B rene GH2 rosbnos, muauu S. fontinalis u S.
leucomaenis Ttakke mpencTaBeHbl OTACIBHBIMH BETBAMH, HO S. namaycush
obpazyer oOmmuii xmactep ¢ S. levanidovi. [Ipuy 3TOM ¢ BBICOKHM ypOBHEM
HOJIICPXKKHA (popMUpyeTCs Kiactep, oO0bemuustonuii S. alpinus, S. malma, S.
curilus u S. taranetzi (puc. 3.13).

HawnlGosee cymiecTBeHHbIE pa3iuyms 3aKIIOYAIOTCS B TOJIOKCHUH JIHHHUH
apkTrdeckoro rojbia S. alpinus. Ecnu nocnenoBarenbHocTH HHTpOHOB reHa GH1
0onee CXOOHBI C OJHUM M3 HauOoliee APEBHUX B TPYyMIE TOJIBIIOM pojaa — S.
namaycush, to uaTponsl rera GH2 — c¢ Hambonee moioasiMu S. malma u S.
curilus. OdeBHIHO, YTO pe3yJabTaThl aHaIM3a IOCICIOBATEIBHOCTEH HWHTPOHOB
reHa GH1 ronpiioB BO MHOTHMX OTHONIIEHUSAX OTIWYAIOTCS OT (PUIOTCHETUYECKUX
CXEM, OCHOBAaHHBIX Ha MOP(OJOTHUUECKHX, OMOXMMUYECKHX W TEHETHYECKUX
nanaeix (Behnke, 1980; I'mybokosckuii, 1995; Pamguenko, 2005; Oleinik et al.,
2007). Tormosorust ACHAPOrpaMM, TOJTYYSHHBIX JIsi HHTPOHOB reHa GH2 robros
B OOJIBIIIEH CTENEHU MPEJCTABISETCS KOHTPYIHTHOM C CYIIECTBYIOIIUMH CXeMaMHu
IUBEpreHnuu d3Tod rpymmel  BuaoB (Behnke, 1980; TI'mybGokxoBckuii, 1995;
Paguenko, 2005). M3 mojydeHHBIX JaHHBIX CIIEIYET, YTO KaK CKOPOCThb, TaK U
HaIpaBJCHUE OHBOJIIOIMM HWHTPOHOB B TAPAJIOTMYHBIX TE€HAX TOPMOHA pOCTa
omsmuaerca. Kak BumHo w3 T1adn. 3.19 m 3.20 makcuMmaipHasg BeIWYHHA
JTMBEpreHIny BHYTpH poaa Salvelinus mo natponam rena GH1 cocrasnser 1,37%
(S. fontinalis vs. S. alpinus), B To *xe Bpems pasnuuuns B rene GH2 — 3,66 % (S.
taranetzi vs. S. leucomaenis). bonee uem B JaBa paza BEIUYHMHA Pa3THYHA
oOHapy>KHUBaeTCs MPU CPABHEHUHU MEXKIY BCEMHU TapamMu BUIOB TOJIBIIOB: CpEIHEE
3HaueHue Mexay Bcemu Bujaamu 1o GHI1 pasno 0,87%, no GH2 — 2,19%, u stu
paznmuuust BbICOKO 3HauuMbl (p<<0,01). DOTu pgaHHBIE [AOT OCHOBAHUSA
Mpeanojaratb, 4T0 WHTPOHHBIE MOCJIEIOBATEIHPHOCTH MOTYT HAXOIUTHCS MO
JEeHUCTBUEM OTOOpA, U MHTEHCUBHOCTh OTOOpa MOXET ObITh paszjinyHa JUisl TE€HOB-

Imapaioros. HpI/I 9TOM OYCBHAHO, YTO HYKJICOTHIHAA IIOCICA0BATCIBHOCTD



116

uHTpoHOB B reHe GHI1 romiwiioB 6ojiee koHcepBaTHUBHA 1O cpaBHeHUIO ¢ GH2 u,
MO-BUAMMOMY, HAXOJUTCS T0J1 OOJILIIUM JaBICHUEM 0TOOpA.

O cymlecTBOBaHMM OTOOpa pa3HOM HANMpaBIEHHOCTH U JIaBJICHUS,
CBUJIETEIBCTBYET TakXe TOT (haKT, 4yTO (PUIIOreHHs, OCHOBAHHAss HAa MUHTPOHHBIX
nocienoBaTeabHOCTIX TeHa GH1 TonBIIOB, B ONMpeneIeHHOW CTETICHH OTINYaeTCs
OT (WIOTEHETHYECKUX TOCTPOCHHM, OCHOBAaHHBIX HAa MOP(HOIOTHICCKUX,
onoxuMmuueckux MaHHbIX M gaHHbIx mo MTHK (Behnke, 1980; I'myOokoBckuid,
1995; Oakley, Phillips, 1999; Westrich et al., 2002; Phillips et al., 2004; Paguenxo,
2005; Oleinik et al., 2007).

[Tapadunus TEHOB Takke OYECBUAHA W3 (PUIOTPAMMBI, MTOCTPOSCHHOW Ha
ocHoBe UHTpoHOB C u D myist GonbImmHCTBAa BUAOB J0cOCEBBIX phIO (puc. 3.15).
Uutponst r1ena GH1  Bcex BuAOB  J0cOCeBBIX  (GOPMHUPYIOT — OJIHY
dbunoreHeTnyeckyro rpynmny, HHTpoHsl GH2 — npyryio rpymmy. DTo J0Ka3bIBaeT
CYIIIECTBOBAHME JIBYX T'€HOB YXe€ y MpeaKkoBor (popmsbl JiococeBbix. OHAKO eclu
CpPaBHUBATh T€HETUYECKHUE JUCTAHIIMM MEXIAY BCEMHU BHUIAMH JIOCOCEBBIX PBIO
(ucxmrounB BuAbl poma Salvelinus), To cpemHss TeHETHYECKas IUCTAHIUS 10
uatpoHaM GHI1 cocraBmser 6,77%, a mo GH2 — 5,14%, u pa3auyusi BBICOKO
3HaunMbl (p << 0,01). Takum oOpa3om, y OOJBIIMHCTBA BUIOB JIOCOCEBBIX PHIO
0oJiee KOHCEPBATUBHBIMU OKa3aJIMCh MOCJIEI0BATEILHOCTH HHTPOHOB reHa GH2, a
He GH1, xak B ciyuae C rojpliaMu, 1 MO>KHO T0JIarath, YTO y OOJBITMHCTBA BUJIOB
JIOCOCEBBIX PBHIO MHTPOHBI TeHa GH2 HaxoasaTcs Mo OONBIIMM BIUSHAEM 0TOOpA.
B rnaBe 3.2 MbI moKasaiv, YTO CKOPOCTH JUBEPIEHITUU SK30HHBIX U MHTPOHHBIX
MOCJICI0BATEILHOCTEH B OINpESICHHON CTeNeHU corjacoBaHbl. IIpu aToM Ooiee
BBICOKAss CKOPOCTh HM3MCHCHHMH B DJK30HAX COIMPOBOXKIAETCS Oojiee BBICOKOU
CKOPOCThIO HAKOIUICHUS W3MEHEHH B WHTpoHax. Eciam 5To Tak, TOrga MOKHO
NPEANOJIOXKUTh, YTO B LIEJIOM JUIsl JIOCOCEBBIX PhIO (32 HMCKIIOUEHHEM TOJIBIOB)

XapakTepHa 00JbIlasi KOHCEPBAaTUBHOCTH reHa GH2.
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3AK/IIOYEHUE

[IpoBeneHHbIE WCCIIEIOBaHUS TIO3BOJWIM  BBIACHUTH 3aKOHOMEPHOCTH
OpraHM3allid W HBOJIOLHMM MAPAJIOTMYHBIX T€HOB FOPMOHA POCTA y JIOCOCEBBIX
pb10. CpaBHUTEIHHBIN aHAIN3 CTPYKTYPHI MapaIOTUYHBIX T€HOB TOPMOHA POCTa Y
BCEX BHJIOB JIOCOCEBBIX PbIO, BKIIIOYAsl TOJBIOB, MOKa3ald BBICOKOE CXOJICTBO U
KOHCEPBAaTUBHOCTh. JK30HHBIE IIOCIJIEIOBATEIIBHOCTH T'€HOB OKAa3aJUCh BEChMa
KOHCEPBATUBHBIMU U HAXOSATCS MO BIMSHUEM OYHINAIONIETO 0TOOpa. ITH (DaKThI
JTAl0T OCHOBAHUE CUMUTATh, UTO 00a reHa-mapanora GyHKIMOHAIbHBI ¥, BO3MOXHO,
XapaKTEPHU3YIOTCS TKAaHECTICITU(UIHON IKCTIPECCHEH.

OUIIOreHETUYECKUIN aHAJIA3 YK30HHBIX U HHTPOHHBIX MOCIIEI0BATEIbHOCTEN
[IOKa3aJ, 4TO CKOPOCTb JUBEPIEHIMU IMAPAJIOTHYHBIX TIE€HOB T'OPMOHA pPOCTa
paziuyaeTrcsi B pa3HbIX (PUICTHYECKUX JIMHUSX Yy JIOCOCEBBIX PBIO M 3TO
OTIPEJIEIISIETCS pa3HbIM JIaBJICHUEM OTPUIIATEIILHOTO 0TOOPA.

CpaBHUTENBHBIN aHanu3 ToclienoBaTenbHocTet reHoB GH mokasan, yto
WHTPOHHBIE YYaCTKU TUBEPTHUPYIOT ¢ 0OJiee BBICOKON CKOPOCTHIO, TPUMEPHO B 2
pasa, o CpaBHEHHMIO C 3K30HaAMH. B TO ke BpeMs, OUEBUIHO, YTO U MHTPOHHBIE
MOCJIEA0OBATEILHOCTH HAXOJSATCS TOJ BIUSHUEM OTPHUIIATEIBHOTO OTOOpa. ITO
MOXKET Ompenenarbcs kak ahdexTom xuuxaiikuura u Xwiia-PoOeprcona, Tak u
TEM, YTO B UHTPOHAaX OOHAPYXUBAIOTCS TMOTCHIIMAIbHBIE PETYIATOPHBIC

IIOCJICA0BATCIIbHOCTH.
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BbIBO/IbI

1. Ten ropmona pocrta ronbroB poxa Salvelinus, kak y napyrux BuIOB
JIOCOCEBBIX PBIO, MPEACTABICH IBYMS HECBA3aHHBIMU NapaIOTUYHBIMU T€HAMH,
GH1 u GH2.

2. Crpykrypa renoB GH1 u GH2 ronpnoB cxoaHa v BKIIOYAET 6 HK30HOB U 5
MHTPOHOB. Pa3zmep kak10ro 5K30Ha JIByX T€HOB UJEHTUYEH Y BCEX BUJIOB TOJIBIOB.
JInuHa reHOB BapbHUPYET 3a CUET IJTMHBI UHTPOHOB.

3. OWIOreHETUYECKUN aHaIU3 SK30HHBIX U UHTPOHHBIX MOCIIE0BATEIbHOCTEN
reHoB GH1 u GH2 cBuaeTensCTBYET O JaBHEW MYIJIMKAIlMU FeHa TOPMOHA pOCTa U
napaHUICTHIHOCTH JIBYX TeHOB B ceMericTBe Salmonidae.

4, Bricokas romosiorusi mocieoBaTeIbHOCTEH 5K30HOB M TECT Ha OTOOP
noATBepxkAal0T  A(QQPEKT  OTpUIATEILHOTO  OTOOpa MO  KOJUPYIOIIUM
nocienoBateabHOCTsIM TeHoB GH y Bcex BumoB rosbioB. [locnenoBaTenbHOCTH
9K30HOB TeHa GHZ2 royplioB HaKarIMBAaIOT HYKJICOTHAHBIC 3aMEIIEeHUs C OOoJIbIei
CKOPOCTBIO, 4eM 3K30HHBI TeHa GH1, u, ciaemoBaTenbHO, HAXOMSITCS MO MEHBIITUM
BIIMSTHUEM OTOOpA.

5. OTKpbITasg paMKa CYUTHIBaHUSI, BRICOKAss KOHCEPBATUBHOCTH MPEACKa3aHHOMN
AMUHOKHUCJIOTHOW MOCJIEIOBATEIbBHOCTH, UACHTUYHOE IOJIOKEHHE I[MCTEUHOBBIX
OCTaTKOB W HAJIMYME OYMINAIONIETO OTOOpa JAl0T OCHOBAaHWUE CUUTATh, YTO 00a
reHa-napajiora (yHKIHOHATbHBI.

6. WNHTpOHHBIE MOCTEA0BATEILHOCTHA B TEHAX TOPMOHA POCTA TAKKE HAXOASATCS
noj JCWCTBUEM OTPHULIATEIBHOTO OTOOpa, BCIEACTBUE HAIU4YUs B HHUX
MOTEHIIUAJIBHBIX PETrYJISTOPHBIX JJIEMEHTOB, a TaKXke, BEposSITHO, 3P EKTOB
XuuxakuHra u Xusia-PobepTcona.

7. HeKoHrpys HTHOCTh TOMOJOTUI (UIOT€HETUYECKUX OTHOIICHUN M pa3Has
CKOPOCTh JMBEPreHIIMM KaK 3K30HOB, TaK M WMHTPOHHBIX MOCJIEA0BATEIBLHOCTEHN
I€HOB-TIAPaJIOTOB CBUJIETEIILCTBYIOT O BIHMSHUM HAa HUX OTPULATEIBHOIO U

OTIIMYAIOLIETOCA M0 CHIIe 0TOOpa B Pa3HbIX (PUIETUYECKUX JIMHUSIX.
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IPUJIOKXEHHUE

Tabauna

p-muctanuuu mexay uaTpoHamu (C+D) renoB GH1 u GH2 nococéBrix pbiO
Ne Bupg 1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18 19 20 21 22
1 S. curilus ghl
2 S. malma ghl 0,34
3 S. taranetzi ghl 0,63 0,62
4 S. levanidovi ghl 0,46 0,34 0,62
5 S. alpinus ghl 091 0.79 1,08 0,68
6 S. namaycush ghl 0,91 0,80 1,08 0,68 0.80
7 S. leucomaenis ghl 0,68 0,68 0,85 0,68 0,96 0,91
8 S. fontinalis ghl 1,31 1,19 1,36 1,19 1,36 1,19 1,30
9 O. nerka ghl 5,44 547 5,65 5,47 5,53 5,53 5,58 5,46
10 | O. gorbuscha ghl 6,22 6,25 6,42 6,25 6,25 6,31 6,25 6,35 1,73
11 O. keta ghl 5,69 5,73 591 5,73 5,79 577 5,84 5,71 1,23 1,77
12 O. tshawvtscha ghl 5.50 5.54 571 542 5.59 5.60 5,53 5.46 2.54 3.44 3.11
13 0. masou ghl 5,67 5,67 5,79 5,67 5,73 5,73 5,72 5,77 3,55 4,35 3,88 4,02
14 | O. kisutch ghl 5,45 543 5,49 543 5,49 5,49 5,48 5,53 3,14 3.82 3,29 3,17 2.87
15 | O. mykiss ghl 5,36 5,39 5,45 5,39 5,45 5,568 5,45 5,55 2,94 3,92 3,58 3,02 3,90 3,25
16 O. clarki ghl 5,42 5,45 5,63 5,45 5,51 5,65 5,51 5,56 2.83 3.37 3,46 3,14 4,07 3,58 1,31
17 S. salar ghl 6.06 5.92 5.98 5.92 6.04 5.94 5.92 5.90 7.42 8.21 1.77 7.25 797 7.59 7.36 7.30
18 S. trutta ghl 5,97 5,95 6,01 5,95 5,94 5,97 5.94 5,99 7,30 8,27 7,83 7,35 791 7,53 741 7.30 2,76
19 | A.ohridana ghl 6,14 6,06 6,12 6,06 6,17 6,19 6,05 6,10 7,90 8,91 8,26 7,77 8,46 8,06 8,04 7,99 3,22 2,72
20 P. perryi ghl 4,84 4,76 4,99 4,82 4,99 4,84 4,76 4,98 6,80 7,64 713 6,57 7,32 6,80 6,67 6,67 4,58 4,64 5,16
21 H. hucho ghl 7,16 7,07 7,36 7,08 7,13 7,03 7,07 7,23 8,66 9,51 8,99 8,47 941 8,71 8,78 8,83 6,31 6,34 6,97 3,75
22 H. taimen ghl 7,11 7,08 7,14 7,08 7,14 7,10 7,02 7,18 7,88 8,69 8,13 7,81 8,10 7.94 6,84 719 7,77 7,99 8,62 7,15 5,00
23 S. curilus gh2 7.70 7,74 7.66 7.67 7,88 757 7.59 7,73 8,82 9.85 9,00 8,88 9,54 9,02 8,74 8.81 791 7,67 8,55 6,94 9,39 8,32
24 S. malma gh2 741 7.45 737 7.38 7.59 727 7.29 7.44 8,55 9,57 8,71 8.61 9,26 8.74 8.46 8,54 7.84 7.60 8,48 6,74 9.33 8.32
25 | S. taranetzi gh2 6,43 6,47 6,39 6,40 6,61 6,29 6,31 6,46 7,56 8,59 7,69 7,69 8,26 7,76 7,40 7,54 6,95 6,70 752 6,13 8,45 7,53
26 S. levanidovi gh2 7.84 7,88 7.80 7.81 8,02 7,64 7,73 787 8,94 9,96 9,05 8,94 9,59 9,13 8,86 8,93 7,97 7,73 8,60 7,01 9,57 8,44
27 S. alpinus gh2 7,86 7,96 7.89 7.89 8,11 7,79 7,81 7,96 9,03 10,0 9,22 9,10 9,76 9,23 8,95 9,03 8,05 7,88 8,75 7,07 9,53 8,52
28 S. namaycush gh2 7,70 7,74 7,66 7,67 7,88 757 7,59 7,73 8,98 10,0 9,17 9,05 9,71 9,18 8,76 8,84 7,87 7,50 8,51 6,91 9,35 8,29
29 S. leucomaenis gh2 7,70 7,73 7,66 7,66 7.88 7,56 7,58 7.58 9,35 10,3 9,55 9.41 10,0 9,54 9,27 9,28 8,29 7.94 8,93 7.20 9,70 8.57
30 | S. fontinalis gh2 8.68 8,71 8.63 8.50 8,71 8,40 8,55 8,55 9,79 10,7 10,0 9,51 10,3 9,84 9,51 9,58 8.66 8.50 9.36 7,75 10,3 9.30
31 0. gorbuscha gh2 9,33 9,36 9,26 9,18 9,26 9,06 9,06 9,45 10,2 10,9 10,5 9,89 10,6 10,4 10,0 10,1 942 9,07 10,4 8,40 10,8 9,61
32 0. nerka gh2 8,93 8,97 8,88 8,89 8,88 8,61 8,62 8,96 9,96 10,5 10,1 9,63 104 9,79 9,71 9,80 9,06 8,81 10,1 7.92 10,3 8,95
33 O. keta gh2 8,31 8,35 8,27 8,28 8,35 8,10 8,11 8,34 9,36 10,2 9,51 9,14 9,76 9,14 8,99 9,14 8,19 8,09 9,19 7,11 9,69 8,32
34 | O. tshawytscha gh2 8,35 8,38 8,30 8,31 8,38 8,21 8,14 8,37 9,76 10,6 9,90 9,53 10,2 9,60 9,39 9,39 8,70 8,19 9,36 727 9,79 8,34
35 | O. masou gh2 9.62 9,54 9.28 9.55 941 9,24 9,27 9,65 10,7 111 10,9 10,3 10,8 10,4 9,96 10,2 9,01 8,78 9,88 8,22 10,3 9,13
36 O. kisutch gh2 9.66 9,68 9,61 9,54 9.68 9,37 9.45 9,67 10,7 11,7 10,8 10,6 111 10,6 10,4 10,5 9,81 9,53 10,5 8,28 10,6 9.35
37 O. mykiss gh2 8,92 8,95 8,88 8,88 8,95 8,71 8,72 8,95 10,2 11,1 10,3 10,0 10,6 9,99 9,93 9,94 9,15 8,58 9,74 7.85 10,3 8,92
38 O. clarki gh2 8,74 8,77 8,62 8,70 8,77 8,50 8,51 8,76 10,0 10,8 10,1 9,72 10,1 9,62 9,71 9,55 8,48 7.83 8,92 7,55 10,0 8,40
39 S. salar gh2 737 741 7.33 7,19 7,41 7,16 7.33 7.40 8,37 9,39 8,46 8,43 9,22 8,49 8,35 8,43 7.94 7,57 8,57 6,84 9,20 7,69
40 | S. trutta gh2 742 7.45 7,38 7.39 7,53 7,28 7,30 7.45 8,54 9,56 8,71 8,54 8,98 8,40 8,25 8,33 7,84 7.48 8,61 6,69 8,99 7,55
41 | A. orhidana gh2 777 7.80 773 7,74 7.88 7.64 7.65 7.80 9.15 10,0 9.34 9.15 9,60 9,00 8.87 8.80 8,17 7.81 8,81 7.27 9,38 8.06
42 P. perryi gh2 6.94 6,98 6,91 6,91 7,12 6,81 6,83 6,97 8,16 9,17 8,31 8,15 8,72 8,28 8,00 8,01 6,95 6,58 7,64 5,83 8,49 7,26
43 H. hucho gh2 941 9,44 9,652 9,28 9,19 9,01 9,43 9,43 10,6 11,6 11,0 10,3 111 10,1 10,0 10,4 9,28 9,09 9,70 8,21 10,6 8,45
44 H. taimen gh2 8,37 8,32 8,40 8,16 8,07 7,88 8,23 8,23 9,43 10,2 9,76 9,10 10,0 9,01 8.86 9,13 7,99 7.80 8,48 7,10 8,79 6,46
45 B. lenok ghl 8,45 8,51 8,51 8,62 8,42 8,23 8,42 8,33 9,55 10,4 9,89 9,29 10,2 9,29 9,32 9,59 8,24 8,21 8,43 7,49 9,75 9,85

6ET



Ta6muna (ITpomomkenue)

Ne Bun 23 24 25 26 27 28 29 30 31 32 33 34 35 36 37 38 39 40 41 42 43 44
1 S. curilus ghl

2 S. malma ghl

3 S. taranetzi ghl

4 S. levanidovi

5 S. alpinus ghl

6 S. namaycush

7 S. leucomaenis

8 S. fontinalis ghl

9 0. nerka ghl

10 O. gorbuscha

11 O. keta ghl

12 O. tshawytscha

13 0. masou ghl

14 O. kisutch ghl

15 0. mykiss ghl

16 O. clarki ghl

17 S. salar ghl

18 S. trutta ghl

19 A. ohridana ghl

20 P. perryi ghl

21 H. hucho ghl

22 H. taimen ghl

23 S. curilus gh2

24 S. malma gh2 0,39

25 S. taranetzi gh2 0,90 0,95

26 S. levanidovi 1,01 130 | 159

27 S. alpinus gh2 0,39 | 0,67 1,18 1,30

28 S. namaycush 119 1,47 1,65 118 1,47

29 S. leucomaenis 2,25 2,57 2,83 2,36 2,44 2,56

30 S. fontinalisgh2 | 2,54 282 | 3,00 | 246 2,82 258 | 340

31 O. gorbuscha 518 | 542 | 538 | 510 | 542 561 | 543 6,09

32 0. nerka gh2 447 4,69 4,57 4,29 4,69 4,75 4,88 5,27 2,10

33 O. keta gh2 4,04 4,23 413 4,00 424 4,28 4,66 4,82 1,95 1,07

34 0. tshawytscha 412 431 421 4,08 4,32 4,36 481 4,90 2,69 1,66 143

35 0. masou gh2 5,14 5,48 5,37 5,25 5,48 5,37 5,62 6,12 4,05 3,45 2,99 2,31

36 O. kisutch gh2 553 | 573 | 550 | 561 573 562 | 615 624 | 4,72 342 301 | 355 | 514

37 O. mykiss gh2 470 | 490 | 473 | 466 | 490 | 494 | 532 541 | 3,59 263 | 225 | 248 | 381 | 4,01

38 O. clarki gh2 474 | 489 | 485 | 477 | 497 485 | 531 571 316 | 250 | 2,00 | 203 | 322 | 365 1,48

39 S. salar gh2 352 | 371 | 354 | 356 | 384 | 370 | 413 | 447 | 473 | 410 | 397 | 405 | 528 | 539 | 4,76 | 458

40 S. trutta gh2 332 | 350 | 334 | 341 | 363 | 343 | 404 | 439 | 478 | 386 | 369 | 383 | 523 | 510 | 447 | 418 1,43

41 A. orhidanagh? | 3,88 | 4,07 | 390 | 397 | 419 392 | 460 | 494 | 572 | 478 | 446 | 460 | 556 | 581 525 | 4,40 198 | 092

42 P. perryi gh2 2,43 2,62 2,38 2,53 2,74 254 | 328 | 351 | 446 | 3,71 354 | 355 | 431 | 501 | 413 | 408 | 280 | 254 | 328
43 H. hucho gh2 6,40 6,56 6,48 6,41 6,17 6,77 7,22 7,39 7,37 7,55 7,23 7,02 7,37 8,54 7,74 7,27 6,26 6,02 6,87 5,69
44 H. taimen gh2 5,72 5,88 5,80 581 5.80 6,01 6,30 6.41 7,55 7.35 7,02 6,80 7,59 8,16 7,52 711 544 5,35 6,21 4,93 3.07
45 B. lenok ghl 821 | 821 | 829 | 836 | 846 | 850 | 9.03 912 991 9.92 935 | 8097 10.0 10,5 994 | 959 | 871 | 829 | 9.09 | 753 6,25 7,19
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