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CHHUCOK COKPAIIIEHUN

I'TP — ren ropmona pocra

JIHK — ne3okcupuOOHyKIEMHOBAs KUCIOTa

kJIHK — kommementapnas JJHK

MJIH.JI.H. — MUJUJIMOHOB JIET Ha3a]

MPHK — maTpuunas puboHykiIenHOBas KMCIOTa

MAPHK — mansie saepusie PHK

00/MHH — 000POTOB B MUHYTY

II.H. — [1apa HyKJIEOTUOB

[IIIP — monumepa3Has nienHas peakuus

PHK — pubonykiaenHoBast KHCIoTa

pPHK — pubocomuas PHK

T.IL.H. — ThICSIYa NIap HYKJICOTHU]IOB

TPHK — tpancnioptras PHK

HAMO® — nukIn4YecKkuii aieHo3HHMOHOpoCchaT

OATA — 3TriIeHINaMUHTETPAYKCyCHAsl KUCJIOTa

AP-2 — Activating protein 2 — akTuBHpYyIOIIHii OEJI0K 2

CAT — Chloramphenicol acetyltransferase — ren xmopamdenuko-aneTuaTpaHchepasbl

CRE — cAMP-response element — siemMeHT 0TBeTa Ha HMUKJINYeCKHH AM®D

CREB — cAMP response element-binding protein — 6e1ok, CBSI3bIBAIOIIUICS C DIIEMEHTOM
oTBeTa Ha nuKIndeckui AM®D

ERE — Estrogen response element — sctporeH-4yBCTBUTEIBHBIN JIEMEHTA

GRE — Glucocorticoid response element — ssieMeHT 0TBETa Ha TITFOKOKOPTUKOMIBI

hCS — Human chorionic somatomammotrophin gene — res XOpuOHUYECKOTO
COMaTOMaMMOTpPOIUHA

hGH-N — Human growth hormone-normal gene — res ropmMmoHa pocTa 4YeioBeKa,
IKCIIPECCUPYETCSI B KIETKaX runodusa

hGH-V — Human growth hormone-variant gene — anbTepHATHUBHBIA BapuUaHT TreHa
FOPMOHA POCTA YEJIOBEKA, SKCIIPECCUPYETCS B IIJIALICHTE

hPL — Human placental lactogen — ruranieHTapHbIif JaKTOreH
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HNF-3o — Hepatocyte nuclear factor 3o — TpaHCKpPUNIIMOHHBIN SACPHBIA (aKTOp
FEeaToOIUTOB 30

HRE — Hormone response element — aiieMeHTHI OTBeTa HA TOPMOHEI

HS — Hypersensitive sites — CBepxuysctButenbhbic k JJHKase | caiitor

ITS — Internal Transcribed Spacer — pervion BHyTpeHHETr0 TpaHCKPHOUPYEMOTo crieicepa

LCR — Locus control region — 061acTh, KOHTPOJIHPYIOMIAS JIOKYC

NRE — Negative regulatory element — orpunaTensHbie peryasTOPHBIC JIEMEHTHI

Pre-GH — Precursor growth hormone gene — npeaiiecTBeHHUK I¢Ha TOPMOHA pOCTa

Pre-PL — Precursor placental lactogen gene — mnpeaiIeCTBEHHUK ILIAICHTAPHOTO
JaKTOTeHa

Pit-1 — Pituitary-specific positive transcription factor 1 runodus-cnennduaHbIi
TPAHCKPHUIILIMOHHBIN (haKTOp

RARE — Retinoic Acid Response Element — sinemeHT oTBeTa Ha pEeTHHOCBYIO KUCIOTY

TBE — Tris/Borate/EDTA-buffer — tpuc-6opatusiit DJITA — Oydep

TBP — TATA-binding protein — 6emnoxk, cBs3bsiBaromuiics ¢ TATA- 6okcom

TRE — Thyroid Hormone Response Element — aiiemenT oTBETa Ha TUPEOUTHBIC TOPMOHBI
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BBEJEHUE

AKTyaJIlbHOCTh TeMBbI HCCJIENOBAHUsA. JIyIIMKalMy TEHOB SBISIOTCS OIHHM W3
OCHOBHBIX CITOCOOOB BOBHUKHOBEHUSI HOBOT'O T€HETUYECKOTO MaTepHalia B IPOIIECCE IBOIIOIHH
(Ohno, 1970; Lynch, Conery, 2000). JymiuiupoBaHHbIC T€HbI IOSBISIOTCA B pPE3yJIbTare
HEPaBHOTO KPOCCHHIOBEpa, AYIUITMKAIIMM OTICIBHBIX XPOMOCOM, TaHICMHBIX JYIUTMKAIAN
YacTH XPOMOCOM HIIM AyIUIMKamuu Bcero renoma (Zhang, 2003; Magadum et al., 2013). B
3aBHCUMOCTH OT 3HAYMMOCTH BBIIMOJHIEMbIX (PYHKIUH Cy1b0a AYTUTMIIHPOBAHHBIX TCHOB MOXKET
CKJIabIBaThCs TO-pasHOMy. HamOosnee d9acTelii ciydail — moTeps (QYHKIMH B pe3yJbTaTe
HAKOIUICHHUSI MYyTallMid OJHUM H3 IapajioroB. JTO MPUBOIUT K TOMY, YTO OJHA M3 KOIHU
cranoBuThes nicesaorenom (Lynch, Conery, 2000, Balakirev, Ayala, 2003). [Ipyroit Bapuant —
9T0  CcyOQyHKIMOHANM3amus, Korjga o0a TeHa OCTalTCcd  (QYHKIMOHAIBHBIMH, HO
TPAHCKPUOUPYIOTCS B Pa3HBIX TKAHSAX WIHM Pa3eNIIOT MEXIy co00# (DYyHKIUH, KOTOPBIE 10
NYTUTMKAIIAA  BBITIONHSUT OJMH TeH. V3BECTHHI ciyyaW, KOrjia IyIUIMIIMPOBAHHBIN TI'eH
npruoOpeTaeT HOBYIO, CYIIECTBeHHO ommyaronrytocs Gpynkmuio (Walsh, 1995; Wagner, 1998).
Taxke cuuTaeTcs, 4YTO IYIUTUIIUPOBAHHBIC IOCIEIOBATCIIBHOCTH WIPAOT BaXKHYIO POJb B
TCHOME DJYKapuOT: 3allUIIaloT OT BPEAHBIX MYTallMii M CHOCOOCTBYIOT TI'€HETHUYECKOM
ycroiuuBocTH opranusma (Krakauer, Nowak, 1999).

B ricTopuu Bcex opraHM3MOB MPEAIOIaracTcs 3Tam MoJHOreHOMHOM ayruikanuu (Ohno,
1970; Zhang, 2003). B nanpHeiiem, BEpOsSTHO, TPOUCXOAMII dTAll BTOPUYHOMN AUTUIOUIA3AIUN
TCHOMOB, TIpY KOTOPOM 3HAYMTEJIbHAS YacTh MHOKECTBCHHBIX T'€HOB ObLIa yTpadeHa, a 4acThb
OYTUTMKAIIMA COXpaHWIach B BHJE Pa3IMUHBIX T'CHHBIX CEMEWCTB. BceTpedarorcs BHIBI, Y
KOTOPBIX JUIUIOUAM3AIMS HE 3aBepIimiach J0 cux mop. OnHa U3 TaKMX TPYMI — JIOCOCEBHIC
PBIOBI.

JlococeBbie pBIOBI  CHOPMHUPOBAIKMCH IOCIE COOBITHI aBTOTETPAIUIOMIN3ALNN |
NOCJICIyIOIIeH JUBEPTeHIIMU. B OTpsijie JIOCOCEBBIX BBISBISIOTCS CIEABI YETHIPEX OTarloB
nymnukauuu (4R). Iocnennee u3 3tux coObITui mpousouuio okono 100 mMiaH jer Hazaj
(Berthelot et al., 2014; 3agecener, Py6ios, 2018). A kBaapuBajICHTHbIC KOMOWHAIIMH XPOMOCOM
B IPOIIECCE MHUTO3a Yy HEKOTOPBIX BHJOB MOXKHO BCTPETUTh M ceiuac. Takum oOpasom,
JIOCOCEBBIC SIBJISIFOTCS €CTECTBCHHBIMH M OTHOCHUTEIILHO HEJAaBHUMH MoyHILiongamu. Kak

CJICACTBUC, MHOTUC TCHBI Yy HpCHCTaBHTCHCﬁ 3TOM TaKCOHOMHUYECKOM rpynIibl OKa3aJucChb
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MHO>KE€CTBEHHBIMH, B TOM YHCIIE, U TIPEICTABIICHHBIN IBYMS KOTIMSIMHU T€H ropMoHa pocra. [1o-
BUIUMOMY, 00a TeHa TOPMOHA POCTa CYHIECTBYIOT Ha MPOTSKEHUU BCETO BPEMEHU JIMBEPT CHIINH
BUsI0B B 3ToM rpynmne (25-100 mun net) (Allendorf, Thorgaard, 1984), u, BepostHO, 00a
(GyHKIIMOHAIbHBI.

OaHuM W3 TOAXOAOB I TMOHUMAaHUS (DYHKIIMOHATHLHOW 3HAYMMOCTH, KaK CaMUX
OYTUTUIUPOBAHHBIX T€HOB, TaK M UX PAa3JIMYHBIX YYaCTKOB SIBJISIECTCS CPaBHUTEIbHBIA aHAIIN3
¢parmenToB JIHK y HeckonbkuX BUAOB B TakcOHaX. KoHCEpBAaTUBHOCTH MOCIEA0BATEILHOCTEMN
y MpeACTaBUTENIed OJHOTO TaKCOHA JaeT OCHOBAHME CUUTATh TaKUE YYACTKU BAXKHBIMU JUIS
GYHKIIMOHUPOBAHUSL TreHa. BbICOKas CKOPOCTh HAKOIUICHHS  HYKJICOTHUAHBIX 3aMEH
CBUJICTEIBCTBYET JTHOO0 0 HU3KOH (HYHKIIMOHATHHON 3HAYMMOCTH y4acTKa, JTH0O0 O BIUSHUU Ha
Hero nosiokurenbHoro oroopa (Kondrashov F., Kondrashov A., 2006).

Crenenp pa3padoTaHHOCTH TeMbl. HyKneoTuaHble NOCIEAOBATEIBHOCTH TE€HOB
TOPMOHAa pOCTa W3BECTHHI JJsi  OONBIIMHCTBA TPYNN  TO3BOHOYHBIX  JKHUBOTHBIX.
[TocnenoBaTenbHOCTH TEHOB TOPMOHA POCTA OBLTH TIOTYYCHBI IS TPEACTABUTEICH pa3TUIHbBIX
otpsnoB mitekonuTaromux (Bartaetal., 1981; Gordonetal., 1983; Chenetal., 1989), nrum (Arai,
ligo, 2010) m maxke ans TakuX IPEBHHUX TMO3BOHOYHBIX, Kak MuHOrH (Moriyama et al., 2000).
Takoil MOBBINIEHHBI UHTEPEC K CTPOCHUIO T€HA CBSI3aH HE TOJIBKO C BOXKHBIMU (DYHKIIHSIMH,
KOTOpBIE BBINOJHIET TOPMOH POCTa B OpPTraHM3Me, HO U C OCOOEHHOCTSMHU €ro 3BOJIOILUH.
HccnenoBanuio MOJEKYISIPHON ABOJIIOLMM T€HAa TOPMOHA POCTa MOCBALIEH LENbIH psia paboT
(Miller, Eberhardt, 1983; Walker, 1991; Wallis, 1996; Daza et al., 2009). Iloka3aHo, 4to
COBpPEMEHHBII T€H TOPMOHA POCTa, KOTOPHIA y OOJNBIIMHCTBA TTO3BOHOYHBIX COCTOHT W3 TISATH
AK30HOB M YETBIPEX MHTPOHOB, TMOJYUYWIICS B PE3yibTaTe AYITUKAIMA HEOOJBIIOr0 ydacTKa
reHa-TPeANIeCTBEHHNKA, a B Pe3yJibTaTe AYIUIMKAIIMA CAMOTO T'eHa TOPMOHA POCTa BO3HUKIIU
Jpyrue TeHbl CceMeicTBa: MPOJAaKTHH, COMATOJAKTHH M IUaneHTapHbid jgaktoreH (Miller,
Eberhardt, 1983). V uenoBeka u qpyrux BBICHIMX MPUMATOB T'€HBI TOPMOHA POCTa BMECTE C
TUTAlIEHTAPHBIM JIAKTOT€HOM (DOPMHUPYIOT KJIACTEP TEHOB, PACIIOIIOKEHHBIX JIPYT 3a IPYrOoM Ha
onHoii xpomocome (Perez-Maya et al., 2016). MccnenoBatenu CBA3bIBAIOT MOSBICHUE KITacTEpa
T€HOB C YBEJIMYEHHUEM CKOPOCTH JBOJIOIMHM T'€HAa TOPMOHA POCTa B HECKOJIBKO pa3 Ha JTare
nuBepreHiuy napHokonbITHEIX U npumartos (Wallis, 1996; Lioupis et al., 1999). KiacrepHast

opraHu3anuga I¢HOB I'OpMOHa pOCTa U IUIANCHTAPHBIX JIAKTOICHOB IPHUCYTCTBYCT TOJIBKO B
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reHoMme BhIciuX npumaroB (Perez-Maya et al., 2016) y Bcex OCTaJIbHBIX MIICKOIUTAIOIINAX
uMeeTcs oauH red ropmona pocta (Das et al., 1996; Maniou et al., 2004; Wallis O., Wallis M.,
2001). Uckmrouenue cocrapisitot nrutsl (Yuri et al., 2008) i HekoTopbie BUIBI PBIO, Y KOTOPBIX
r'eH FOpPMOHA pOoCTa IpeAcTaBlieH AByMs HecBs3aHHbIMH Komusmu (Chen et al., 1989; Ber,
Daniel, 1992; Devlin, 1993).

HccnenoBanuss TeHOB TOpMOHAa poOCTa Yy JIOCOCEBBIX pPBIO B OCHOBHOM OBLIH
COCPEIOTOYEHBI Ha CO3[JaHUH T€HETUYECKUX KOHCTPYKIMH, coaepkamux k/IHK rena ropmona
pocta u TpaHchopmalel TaKMMH KOHCTPYKIUSMHU MJisi TOJy4YeHUs MOAU(PUIIMPOBAHHBIX
JUHUI phIO ¢ BBICOKOM ckopocThio pocta (Du et al., 1992; Devlin et al., 2004; Leggatt et al.,
2012). Kpome Toro, menblii psx pabOT TMOCBAIICH OMHCAHUIO TOJHBIX HYKICOTHUIHBIX
nocienoBarenbHocTei renoB (Male et al., 1992; Du et al., 1993; Devlin, 1993) u ananu3zy
UHTpoHHBIX yuyacTkoB (Oakley, Phillips, 1999; Phillips et al., 2004). OgHako 10 HelaBHETO
BPEMEHU OCOOEHHOCTH AYTUIHIIMPOBAHHBIX T€HOB TOPMOHA POCTA OBLIM MaJl0 U3YYEHBI JJAXKE y
TaKUX IKOHOMUYECKH BaXXHBIX BUIOB PBIO, Kak JiococeBbie. B paboTtax [laHbk0BO# C coOaBTOpaMu
(ITanbkoBa u np., 2013; IlanpkoBa u ap., 2017) ObLT TpOBENEH CpPAaBHUTEIBHBIA aHAIIN3
JTUBEPTreHIIMM (PYHKIIMOHAILHO PA3JIMYHBIX YYaCTKOB T'€HOB-TIAPAJIOTOB B MX CTPYKTYpHOMH
4acTH, MOKa3aHO C KaKOW MHTEHCHUBHOCTHIO IEHCTBYET OTOOP Ha TeHBI, BOZHUKIITNE B PE3YJIbTATE
TYTUTUKAIIMK U BBITIONHSIONINE CXOHbIC (DYHKIIUH.

HecmoTpst Ha Takoe KOJMYECTBO WCCIICIOBAHWN, HAMPABICHHBIX Ha W3ydYeHHE
CTPYKTYPHOW YacTH T'€HOB TOPMOHA POCTa, OYCHb MaJl0 BHUMAaHUS YACNAETCS PETyISTOPHBIM
o0macTsiM, B YacCTHOCTH, MPOMOTOPHBIM ydYacTKaM. Heckompko MmyOaMKanuii MOCBSIIEHO
IPOMOTOPHBIM OOJIACTSIM T'eHa TOPMOHA pocTa paxyxHoil ¢operu (Oncorhynchus mykiss)
(Yamada et al., 1993; Argenton et al., 1996; Bernardini et al., 1999), no apyrum BuIam
JIOCOCEBBIX JIaHHBIX HeT. CpaBHUTEBHBINA aHAIN3 CANTOB CBA3BIBAHUS C TPAHCKPHUIIIMOHHBIMU
dbakTopaMu U IMyTei aKTUBAIIMH TPAHCKPUITIIUH TTO3BOJIUT OIEHUTh, HACKOJIBKO (PYHKIIMOHATBHO
3HAYMMBI 00a TeHa-mapaora.

Heas u 3axaum ucciaenoBanus. llens nanHoi paboOThl — M3y4YeHHWE TUBEPTEHIMU B
POMOTOPHBIX Y4acTKax MapajorHuHbIX reHOB ropmona pocta ghl u gh2 y nococeBbix poIO.

JI71st HOCTH KEHUSI 11eJ1d ObUTH MOCTaBIICHBI CIEAYIOIINE 3aa4u:
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1. Omnpenenut  HYKJICOTHUIHBIE  MOCIEIOBATEILHOCTH 5'—¢aHKUpYyOIMX
IPOMOTOPHBIX y4acTKOB reHoB ghl u gh2 y ueTsipex mpeacraBuTeneii roasiioB poga Salvelinus:
S. malma, S. curilus, S. taranetzi, S. levanidovi.

2. [TpoBectu CPaBHUTEIIbHBIN aHaNu3 MOJTyYEHHBIX HYKJICOTUIHBIX
HIOCJIeZIOBATENFHOCTE MpoMoTopa 1Byx TeHoB ghl w gh2 y pwei6 poma Salvelinus c
aHAJIOTMYHBIMH T1OCJIEI0BATENBHOCTAMHU JPYTUX MpejacTaBuTenelt cemeiicta Salmonidae.

3. BEISIBUTH BEpOSTHBIE IUC-PETYISITOPHBIE 3JIEMEHTHI B MCCIIETyEMbIX TeHaX.

4, OueHuTh YpOBEHb AMBEPTEeHIUU TPAHCKPUOMPYEMOH YacTh U MPOMOTOPHBIX
MOCIIEZIOBATENILHOCTEH T'€HOB TOPMOHA POCTA JIOCOCEBBIX PHIO.

Hayunass HoBu3Ha. B HacTosmeil pabote BriepBble MOJIYYEHBl M OXapaKTEPU30BAHBI
IPOMOTOPHBIE TIOCJICIOBATEILHOCTH MAaPaJOTHYHBIX TeHOB TopMoHa pocta ghl u gh2 y yeteipex
BUI0B TonbloB pona Salvelinus. IlpoBeneH cpaBHHUTEIbHBIN aHAIM3 CAWTOB CBS3BIBAHUS C
TPAHCKPUMIIMOHHBIMU  (PAaKTOpaMH, paCIOJIOKEHHBIMA B TPOMOTOPHOW 0OJacTu cpeau
npejacTaBuTenel Tpex pomo cemeiictBa Salmonidae: Salvelinus, Salmo u Oncorhynchus.
[TokazaHO, 4TO T€HbI TOPMOHA POCTA y BCEX HCCIEJOBAHHBIX BUIOB COJEpPXKAT OJWHAKOBBIN
HAOOp CaiiTOB CBsI3bIBaHUS C (PaKTOPAMH TPAHCKPUTIUH, GOPMUPYIOIIUMH AP0 TpoMoTopa. B
NpOMOTOpE  TIPEACTaBICHBI  CAWTHI  CBS3BIBAaHMS  KAaK C  TKaHECHEIH(PHIHBIMU
TPAHCKPHUMIIMOHHBIMU (aKTOpaMH, TaK W C JAPYrdMU jaurangamu. Kpome Toro, BHepBbIe
BBITMIOJTHCHHBI aHAIM3 HYKJICOTHIHOTO pa3HOOOpa3us KOIUPYIOMIEH 4YacTH TEHOB M UX
IPOMOTOPHBIX YYacTKOB IO3BOJIMJI OLEHUTHh YPOBEHb JUBEPIeHIIMU Pa3HbIX o0yacTeil B ABYX
napajorHyHBIX TeHaX TOPMOHA POCTa y JTOCOCEBBIX PHIO.

Teopernueckoe M npakTuyeckoe 3Ha4YeHHe padoTbl. [loyueHHBIE NaHHBIE BHOCAT
3HAYUTENBHBIN BKJI]] B MIOHUMaHUE MOJICKYJISIPHBIX OCHOB OPTaHU3AIUU U TPAHCKPHUTIIIUU TEHOB
TOpPMOHA POCTa Yy JI0COCEBBIX pbIO. [IprcyTCTBHE B IPOMOTOPHOM 00JIACTH CANTOB CBS3BIBAHUS
HE TOJIBKO C TKaHECTIeU(PUIHBIMU, HO U C IPYTUMHU TPAHCKPUIIIIMOHHBIMU (haKTOpPaMH, a TaAKKE
C peuentopaMd TOPMOHOB W JAPYTUMHU JIMTaHJAMH YKa3bIBaeT Ha aJbTEPHATUBHBIC ITyTH
peryisiiiii  TpaHCKpumniud. Ha OCHOBE TONYyYEHHBIX JaHHBIX O CalWTaX CBS3BIBAHUS C
TPAHCKPUTIIMOHHBIMU (PaKTOpaMH B JAIBHEHIIMX HCCIICTOBAHUAX MOXKHO OYJEeT yCTaHOBWTH
Kakue (PaKTOpbl U MPU KaKUX YCIOBHUSIX YYaCTBYIOT B COOpKE TPAHCKPHUITIIMOHHOTO KOMILIEKCA,

OPOUCXOJUT JM  B3aUMOJICHCTBUE MEXKIYy TPAHCKPUIILMOHHBIMH  (AKTOpaMH  WIH
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TPAHCKPUIIIMOHHBIE (AKTOPBHI JEHCTBYIOT HE3aBUCHUMO; NPUCYTCTBYIOT JH pAa3Id4Hs B
MPOCTPAHCTBEHHO-BPEMEHHOM JIOKATU3AIUU YKCITPECCUH NTApaJIOTUYHBIX T€HOB U 3aBUCHUT JIM UX
aKTUBHOCTB OT CTa/IMM )KM3HEHHOTO IIUKJIA U BIUAHUS (PaKTOPOB OKpYyKaroulei cpesibl. MeToabl,
WCIIOJIb30BAHHBIE ISl OLEHKU U3MEHYUBOCTH, MOTYT OBITh PUMEHEHBI MIPU U3YUYEHUU JIPYTUX
reHoB. [loigydyeHHbIE NaHHBIE MO MPOMOTOPHOW MOCJEN0BAaTEIBLHOCTH I€HOB T'OPMOHA pOCTa
JIOTIOJHSIOT YK€ MMEIOIIMECs JTaHHbIE MO0 KOAMPYIOIIEH YacTh reHa TOPMOHA pOCTa TOJIbLIOB.
Takas HyKJI€OTHAHASI [TOCIIE0BATENILHOCTD, COCTOAIIAS U3 3K30HOB, UHTPOHOB U PETYJIATOPHBIX
oOmnacTeil, MOXKET BBICTYINAaTh B KayeCTBE MOJHOPA3MEPHON T€HETMYECKOW KOHCTPYKIIMH IS
TpaHcpopMaluu JAPYTUX BUAOB PHIO. YBEIMUYEHUE YKCIIA TEHOB TOPMOHAa POCTa B T€HOME
MO3BOJIUT MOJIYy4YaTh TPAHCTE€HHbIE JIMHUH PHIO ¢ O0Jiee BHICOKOM CKOPOCTBHIO pOCTa B YCIOBHSIX
aKBaKYJBbTYPHI.

MeTto10/10THsI M METOJBI AUCCEPTAIMOHHOTO Mcce0BaHuA. B nanHoil pabote Obun
NPUMEHEHBl CTaHJAPTHBIE MOJIEKYJISAPHO-TEHETHYECKHE METOAbl. Pa3paboTky mpaiiMepoB IS
amiudukanuu GIaHKUPYIONIUX YYaCTKOB BBIMOJIHSIIN C TOMOIIBIO porpamM Primer Premier 5

(Lalitha, 2000) u Primer 3 (https://bioinfo.ut.ee/primer3-0.4.0). AMmndukamnmo mpoMOTOPHBIX

YYaCTKOB I'eHOB gh ocyImiecTBiIsuM ¢ mOMOIIbI0 mojauMepasHoit nemnHoit peakiuu (ITLP). [{ns
pasjiesieHus y4acTKOB MapaJOrHYHbIX TEHOB TopMoHa pocta ghl u gh2 ouuniieHHbIC TIPOITYKTHI
aMIUTU(UKAIUN [TOJIBEPTajll MOJIEKYJISIPHOMY KJIOHMpOBaHMIO. Paznensnu u omnpexpemnsuu
pasmep mnonydeHHbIX (pparmentoB mocine [II[P meromom anexkTpodope3a B arapo3HOM Tele.
ABTOMAaTHYECKOE CEKBEHMPOBAHUE HYKJIEOTUIHBIX I10CIIEI0BATEIBHOCTEN IPOBOIMIN IO
metony Courepa. Jlig aHanu3a JaHHBIX HCIOJIb30BAJIM  aKTyaJbHbIE CTATUCTUYECKUE
nporpaMmMbl. HykneotuaHoe pazHooOpa3ue M IMBEPreHIMIO OLEHUBAIM B nporpamme DnaSP
5.10.01 (Librado, Rozas, 2009). ®wuioreHeTH4YeCKyl0 PEKOHCTPYKLIHUIO BBIOJIHSIIN
baitecoBckum metonom (Bayesian Inference, BI) ¢ momomisto nmporpammsl MrBayes v. 3.2.6
(Ronquist et al., 2012) u meronom Ommxkaiiero cocenctsa (Neighbor-Joining) B mporpamme
MEGA 7.0 (Kumar et al., 2016). /1515 olieHKH HYKJICOTHIHOTO COCTaBa HHTPOHOB MCIIOIb30BAN
nporpammy MEGA 7.0 (Kumar et al, 2016) u GC content calculator

(https://jamiemcgowan.ie/bioinf/gc.html).



https://bioinfo.ut.ee/primer3-0.4.0
https://jamiemcgowan.ie/bioinf/gc.html
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OcHOBHBIE M10/10:K€HUS1, BBIHOCHUMbIE HA 3AIIUTY:

1. [MTapanoruunsie TeHbl TopMoHa pocta ghl m gh2 kpome cTpyKTYpHO# dYacTw,
BKJIFOYAIOIEN 3K30HBI U MHTPOHBI, COJEPKAT OJAMHAKOBBIE PErYyJISTOPHBIE IHC-EHCTBYIOLINE
AIIEMEHTBHI.

2. B peryisTopHBIX ydyacTKax MapajJormyHbIX TeHOB ropmona pocra ghl u gh?2
Mpe/ICTaBICHBI OJIMHAKOBBIE CAalThI CBSI3bIBAHUS C TPAHCKPUIIIITMOHHBIMU (DaKTOpaMHu.

3. Perynstopubsie snementsl CRE wu Pit-1, oOHapykeHbl Kak B HPOMOTPOHOM
00JacTH, Tak U B MHTPOHAX T'eéHa TOPMOHA POCTa.

4, [IpakTHuecKku MACHTUYHOE PACIOJIOKEHUE PETYISITOPHBIX 3JEMEHTOB U HU3KHUU
YPOBEHb JMBEPTEeHIIMN YKa3bIBAIOT Ha 00Iee MPOUCXOXKICHUE U COXpaHEeHHEe QYyHKIUN 000muX
T'€HOB.

CreneHb J0CTOBEPHOCTH Pe3yJabTATOB. J[OCTOBEPHOCTH MOJIYYEHHBIX PE3YJIHTATOB
oOecriedeHa COBPEMEHHBIMH MOJIEKYJISIPHO-TEHETUYECKUMU METOJAMH  MCCIEIAOBAHUS |
CTaTUCTHYECKONH OOpabOTKON MOIYYEHHBIX JAHHBIX C MOMOIIbIO PA3IMYHOTO MPOTPAMMHOIO
o0ecrieueHusi, KOTOPOE COOTBETCTBYeT LEIsIM U 3a7adaM, I[IOCTaBJICHHBIM B paboTe.
Hcnonp3oBaHue MOJEKYJISPHOTO KIOHMPOBAHMS M aHANIMU3 OOJBIIOrO YHMCIAa KIOHOB TaKXkKe
o0ecreunBaeT JOCTOBEPHOCTh PE3yJIbTaTOB, MOJIYYEHHBIX B X0j€ sKkcrnepumenTa. [lyonukarus
pE3yJIbTaTOB B PELEH3UPYEMBIX HAYUYHBIX JKypHaJax IMOAKPEIUIAIOT HX JOCTOBEPHOCTb.
Tabnuubl ¥ pUCYHKH, IPECTABICHHbIE B paboTe, MOATBEPKIAIOT HHTEPIPETALIUIO PE3YyJIbTAaTOB,
HAy4HbBIX TIOJIOKEHUHN U BBIBOJIOB.

JInuHblil BKIaJ aBTOPa. DKCIIEpUMEHTaIbHAs YacTh pabOThI ObL1a BBHIIIOJIHEHA AaBTOPOM
CaMOCTOSTENBHO. ABTOP OCBOWJI M IPUMEHMII PA3JIMYHbIE TPOTPAMMBI JIJIsl aHAJIW3a IIOJyYEHHBIX
JMAHHBIX W WHTEPIpPETallid pPe3yJbTaTOB. ABTOpP TOTOBWJ MaTepuaibl K MyONUKAMA U
MPEJICTABIIST pe3yabTaThl HA KOH(PEPEHIIMSIX.

Anpoéauusi pe3yJbTaToB PpadoThl. Pe3ynprarsl paboThl ObUIM TpEACTaBICHBI HA:
€XKErO/IHbIX Hay4YHBbIX KOH(epeHuHsx HanumoHanbHOTo Hay4HOro IIEHTpa MOPCKOM OMOJIOrHH
uM. A. B. Xupmynckoro JlanbHeBocTOuHOrOo oTAeneHuss Poccuilckoil akageMuu Hayk
(BmaguBocTok, 2015; 2016; 2018); 8 MexayHapoaHO# IKOJIE-KOH(DEPEHIIMH MOJIOBIX YUEHBIX
«Cuctemnas Ouonorust u OuomHpopmarukay (Hoocubupck, 2016); 10 MexayHapoaHoit

Hay4YHOH KOH(epeHIHH Mo OMOMH(GOPMATHKE PEryJsIUA CTPYKTYphl TEHOMOB U CHCTEMHOM
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ounonorun BGRS/SB-2016 (HoBocubupck, 2016); XI OTKpHITOH IOHOMIECKOW HAydHO-
npakTuieckoil koHpepenuuu «bynymee cunbHOl Poccun — B BBICOKHMX TEXHOJOTHSX)
(BnanuBoctox, 2017); PernoHaibHONH Hay4YHO-IIPAKTUYECKON KOH(EPEHUUU CTYIEHTOB,
aClHMpPaHTOB W MOJOJBIX YYEHBIX IO ecTecTBeHHbIM Haykam (BmamuBoctox, 2017);
MexnynapoaHoi koHpepeHn «HayuHo-TexHOIOornyeckrue pa3paboTKu B 00JaCTH U3YUEHUS
U MOHUTOpPUHTa MOPCKHUX Ouosorumueckux pecypcoB» (BmamuBoctox, 2017); X
MexnynapogHom  cumno3uyMe — «CoBpeMEHHbIE  JIOCTHXKEHHMST B MOIMYJISLUOHHOM,
SBOJIIOIMOHHOM ¥ 3Kojoruueckoii renetuke — MAPEEG» (Baamusocrok, 2019), XI
MexnaynapogaoMm — cumnosuyme — «COBpeMEHHbIE  JOCTH)KEHHS B MOIMYJIALMOHHOM,
HBOJIIOIMOHHOM ®  9Kojormueckoit renetuke — MAPEEG» (BmaguBoctok, 2022);
Bcepoccuiickoit koHdepennuu «Mopckas Ouonorus B 21 Beke: cUCTEeMaTHKa, TCHETHKA,
HKOJIOTHSI MOPCKHUX OpraHusmMoB» (mamsatu akaaemuka Omera ['puropseBuya Kycakuha)
(BmamuBoctox, 2022); IV MexnynapogHoit koHpepeniuu «CoBpeMeHHbIE MPOOIEMBI
ouonoruueckoit s3pomonun» (Mocksa, 2022).

IMyoaukaunuu. [To Teme nuccepramuu omnyoiukoBaHo 12 paGot, B TOM yucie 4 cTaThu B
)KypHasiax u3 cnrcka BAK.

O0bem m crpyktrypa padorbl. OCHOBHOI TEKCT AMccepTalMu H3JIokeH Ha 149
CTpaHUIlaX, COCTOUT U3 BBEACHHUS, 0030pa JUTEPaTypbl, MAaTEPUAIIOB U METOJOB, PE3yJIbTAaTOB,
00CyXJIeHUs, 3aKJIIOYEHHMsSI, BBIBOAOB, CIIMCKA JUTEPATypbl. JlOMOJIHUTEIBHO MPEACTABICHbI
yeTbipe npuinoxkeHus. Pabora comepxkutr 11 tabmum u 21 pucyHok. CHUCOK JUTEpaTypbl
HacuMuThiBaeT 188 HanmeHoBaHui, U3 HUX 176 Ha UHOCTPAHHOM SI3bIKE.

BbaarogapHocTu. Bripakaio  HCKpEHHIOI  OIarofgapHOCTh  CBOEMY  HAYYHOMY
pykoBoautemo mpodeccopy, A.0.H. bpsikoBy Brnagmmmpy AnekceeBuuy 3a pyKOBOJCTBO,
COBETHl W TMOJACPKKY Ha TMPOTSHKEHMM MHOTMX JIET COBMECTHOM paboTel. Ocobyro
OmaromapHOCTh BbIpaxkaio K.0.H. [lanpkoBoit Mapune BnanuMupoBHe 3a mOMOIIs B OCBOCHUU
MOJIEKYJISIPHO-TEHETUYECKUX METOJIOB, 00CYK/ICHUHU TMOJYYEHHBIX PE3yJbTaTOB M MOJTOTOBKE
COBMECTHBIX TyOnukammid. bnaromapro k.0.H., H.c. llapuny Csernany HuxonaeBHy 3a
NpeIBAPUTEIHHOE 03HAKOMIIEHHUE C TEKCTOM JAUCCEPTAMOHHON padOThI U BakKHbIE 3aMEYaHUS;
onmarogapro k.0.H. H.c. bonnape EBrenuto ropeBHy 3a 1ieHHbIE KOMMEHTApUU K HEKOTOPBIM

rJIaBaM JTMCCEPTAIlMOHHOW paboThl. [ My0OKyI0 NpPU3HATENBHOCTh BhIpaXkaro 1.0.H., CT.H.C.
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Oneitnuk Amte ['eHHaapeBHE 32 OAPOOHOE O3HAKOMIIEHHUE C TEKCTOM pabOThl, BCECTOPOHHIOIO

MMOAACPIKKY, HCHHBIC 3aMCUYaHUA 1 PCKOMCHIAAIINH.
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I'IABA 1. OB30P JIMTEPATYPHBI

1.1. CrpykTypa rena

1.1.1. OOmue mpeacTaB/ieHHUsI 0 CTPYKTYpe reHa

B nauame XX Beka CIOXWIOCH IIPEACTABICHUE O I'€HE, KAK MATEPHAIBHOM YacTHULE,
HaXOJSIIeHcsT B XpPOMOCOME, CIIOCOOHOM K CaMOpEenpOAYKIIMM W BBICTYMAMOIIEH B POJIH
MUHUMATHHOW €IMHHIIBI PEKOMOWHAIINN, MyTUPOBAaHUS U reHeTudeckor (yHkmmu. llenmouka
CIEIUICHHBIX T€HOB IMPEJCTABISIIACh KaK HUTKA KOPIYCKYJ, MEXaHHUYECKH CBS3aHHBIX C JPYT
npyroM. ['eH, coriacHO JTHM TPEICTABICHUSM, CUUTAICS HEICIUMBIM C TIOMOIIBIO
kpoccuarosepa (Portin, 1993). Ilpeacrasiaenus mkonsl Tomaca MopraHa o CTPYKType I'eHa,
CTPOWJINCb Ha TOM, 4YTO TIE€H HMMEET OCHOBHBIE CBOICTBA XpPOMOCOM (CHOCOOHOCTH K
peAyIUIMKAlMK, K 3aKOHOMEPHOMY paclpeiesieHHI0 B MHUTO3€ U MeHo3e), 3aHUMaeT
OTIPEJICIICHHBIN YYaCTOK XPOMOCOMBI, SIBJISIETCSI €IMHULICH MyTallu (M3MEHSETCsl KaK IeNoe),
eIMHULIEH peKOMOMHAIMK (KPOCCMHIOBEpa HHUKOIJAa He HaOMoJadud B Ipeleiax TIeHa),
enuHUIIeH QyHKIMH (BCe MyTaIliy OJJTHOTO T€Ha HAapYIIAIOT OJIHY U Tyke GyHkuuo0). O1HaKo B
pabotax Anekcanapa CepreeBuua CepedbpoBckoro u Huxomas IlerpoBuua yOununHa OBLIO
MOKa3aHO, YTO T€HY XapaKTepPHO TAKO€ CBOMCTBO, Kak «JaenuMocTb». B 1949 rony MenBuH u
Kotiun ['pun onmcanu genumocts rena 1z y apozogwmet (Green M., Green K., 1949). OrpomHsrii
BKJIaJ| B MIOHUMaHUE CTPYKTYpbl U (pyHKumu reHa BHecau Jxopmx bumn m Dnyapn Tarywm,
KoTopble B Haudaje 1940-Xx romoB BIEpBbIE TOKa3ajd, YTO MYyTallUd ayKCOTPOPHOCTU Yy
Heripociopsl (Neurospora crassa) mpepbIBarOT Iemu MeTa0ojM3Ma Ha KOHKPETHBIX HdTarax
(Beadle, Tatum, 1941). Ilpu 3ToM ajuleibHBIC MyTaI[MMK BCET/Ia 3aTPAarMBarOT OJMH U TOT JKE
stan OuocuHTe3a. Ha ocHoBaHMM cBoWX pe3yibTatoB bumt u Tatym copmupoBaiy MPUHIIHIT
«OJIMH T€H — oAWH (EPMEHT», O3HAYABIINMA, YTO KAXIbIH T€H KOHTPOIHPYET CHHTE3 KaKOTO-
0o onpenenennoro Gepmenta. [Tozxe Yapans AxoBckwuii mokasan (Yanofsky etal., 1964), uro
HE TOJBKO I'€H, HO U JII00asi ero 4acTb MOTYT OBITh pa3/iesieHbl C MOMOIIBI0 KPOCCUHTOBEpa U
KPOCCHHTOBEP MOKET MPOUCXOIUTH MEXY JIF000i mapoit HyKJICOTHIOB.

CornacHO  COBpPEMEHHBIM  TPEJCTABICHHUSAM, TE€H MOXKHO  ONpEACTUTh, Kak
nocienoBaTenbHOCTh HyKiaeoTHnoB JIHK pazmepom OT HECKONBKHX COTEH 10 MIJIIMOHA Tap

HYKJICOTHUAOB, KOTOpasd IPCACTABIIACT coOoi CAMHUIY HaCJICJICTBEHHOM I/IH(i)OpMaHI/II/I u
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3aHUMACT OMPCACICHHOC ITOJIOKCHUEC B TCHOME WJIM XPOMOCOMC U KOHTPOJIMPYCT BBIITIOJIHCHUC

onpenaenaeHnoil pyukuuu B opranusme (Portin, 2002).
1.1.2. Opranu3anus reHoB Y dYKapuoT

Opranuzanysi T€HOB y 3YKApUOT OTIMYAETCS OT OpraHU3alud TI'€HOB Y IMPOKApHOT.
[TpokaproTamM mpHCYyIl ONEPOHHBIM MNPUHLIMII OpraHu3aluu TreHoB. I'eHbl y Oakrepuii
O00BEANHSIOTCS B KJIACTEPhl TAKMM 00pa3oM, 4YTO (EPMEHTHI HEOOXOJUMBIE I OCYLIECTBICHUS
OIIPENIEJICHHOTO IMyTH OMOCHHTE3a, KOJUPYIOTCS T€HAMHM, CLEIUICHHBIMH C JIpyr Apyrom. Y
sykapuoT konnuectBo JIHK, koTOopoe conepKuTcsi B KIETOUHOM SIJIpe, 3HAUUTEIHHO OOJIbIIIE,
4eM y MPOKapUOT, U YBEJIINYUBAETCS B IPOLECCE YCIOKHEHUS OpraHU3MOB. ['€HbI y SyKapHoT
MOTYT OBITh MOBTOPSAIIIMMHUCA, B TO K€ BpeMs, MOAaBJAONIee OOJBIIMHCTBO T'E€HOB
HenoBTopstomuecsi. ONepoHHBIA THI PACHOJIOKEHUS T€HOB y 3YKapUOT OTCYTCTBYeT. I'eHBl,
KOHTPOJIUPYIOIIME JaXke I0CJIe0BaTeIbHbIe OHOXMMUYECKHE PpEeaKLUu, pPacrojOKEHbl B
pa3IMyYHBIX pailoHaX XpPOMOCOMBI M Jake B pa3HbIX XpoMocomax. Hampumep, y apo3oduisl
TeHbl, KOJUpylomue (EepMEHThI, MOJ KOHTPOJIEM KOTOPBIX TPOUCXOJUT IPEeBpalICHHUE
Tpuntodana B Oypblil rJIa3HOIM MUTMEHT, pa30pOcaHbl BO MHOXKECTBE y4acTKOB reHoma (JIbtouH,
2011). BerpeuaroTcss mpuUMEpbl M KJIACTEPHON OpraHU3alii TeHOB. Y 4YelOBEKa HW3BECTHO
HECKOJIbKO THUIIOB TeMOTJIOOMHOB. Kaxplii U3 HUX CUHTE3UPYETCsl B OMpPEEeICHHOM OpraHe U
Ha ONpEJEICHHOM CTaauu pa3BUTHA. B TreHOMe TeHbl reMOryioOMHa pPacloiOKEHbl JABYMs
KJIacTepaMH: B XpoMocoMe 16 pacroio’keHbl Bce 0 — MOJ00HBIE T€Hbl, B TO BpeMs KaK Bce
B —mogoGHBIE TeHbI pacnoaokeHbl B xpoMocome 11. B kaxaoM kinactepe UMeIOTCsl ICEBOTEHBI.
WHTEepecHO, 4YTO TEHbl PACMOJIOKEHBl B TOM IOPSJAKE BAOJIb II0 XPOMOCOME, B KAaKOM
OYEPETHOCTH OHM BKJIIOYAIOTCS B paboTy B xome ontoreHesa (Orkin, 1995, Baron, 1996).
OpHako KakMX-IMOO JAaHHBIX, CBHJETEIBCTBYIOMMX 00 MX (YHKIIMOHAIBHOM CIEIUIEHHOCTH
WK 001IEM KOHTPOJIE TI0 IPUHIIUITY ONIEPOHHOM OpraHu3aluy, He moxy4eHo. ToT pakT, 4yTo 3TH
reibl (QYyHKIMOHUPYIOT B pa3HbIX TKAaHAX W Ha pa3HbIX »JTalax OHTOreHe3a, CKopee
CBHUJIETEIILCTBYET O HE3aBUCUMOM KOHTPOJIE IKCIIPECCUU ITUX I'eHOB. I 'ensl TpancnioptHoit PHK,
KOTOpbIe Y Ipo30(UiIbl OKa3aldlCh MHOXKECTBEHHBIMH, PACIOJIOKEHbl BO MHOTHUX pailoHax
xpoMocoM 110 1-2 reHa B kax oM. OJHaKO B OJTHOM U3 pailoHOB 16 T€HOB 3aHUMAIOT HEOOJIBIIION

yuactok AyuHo# 50 000 m.H., XOTs X TPAHCKPUIILIHS HE KOHTPOJIUPYETCS OJTHUM ITPOMOTOPOM.
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Opranuzanus resos, koaupyromux 18S u 28S pPHK, y Bcex aykapuoT oquHaKoBas.
[TocnenoBarenbHoct TeHoB 18S m 28S pPHK, numepHol mociaenoBaTebHOCTH, a TaKxkKe
TPaHCKPUOUPYEMOI'O M HETPACKPUOUPYEMOIO CHENCEPOB COCTABISAIOT €AMHUILY JJIMHOW OKOJIO
11 000 m1.H., KOTOpasi MOBTOPSIETCS] HECKOJIBKO cOTeH pa3. Kak mpaBuio, 4ncio Konui Bapbupyer
B nipeaenax ot 100 mo 1000: y mpoxxeit — 140 noBropsromuxcst equHuIl, y apozopun — 200—
250, y gyenoBeka — 1250. JIuaepHasi mociae0BaTeIbHOCTh PACIIOokKeHa nepen reHoM 18S u ¢
Hee HaunHaercs TpaHckpunuus. Kaxnas enununa nosropa reHoB pPHK cuuteiBaeTcs PHK
noiauMepaszoil I ot nuaepHoil mocnenoBaTenbHOCTA A0 KoHIa reHa 28S pPHK B Buae ogHoi
monekyisl PHK. Yuactox IHK mexny renamu 18S u 28S TpaHnckpubupyercst BMECTE C ITHMHU
reHamMH U HasbIBaeTcsl TpaHckpubupyembim creiicepom (ITS). B HéM pacnonoxeHbl KOPOTKHE
MOCIIEZIOBATENILHOCTH, KOTOPBIE BBIPE3AIOTCS M3 OOMIET0 TPAHCKPHUNTA B XOJ€ MPOIECCHHTa
PHK. ¥V wmnexonuraromux u ampubuii B KOpoTkoMm cheiicepe dopmupyercs 5,8S pPHK —
HeOOoJIbIIIast MOJIEKYJIa, BXOAIIAs B COCTaB puOOCOMBI M 00pa3yrolas B €€ COCTaBe BOJIOPOIHYIO
cBs13b ¢ 28S pPHK (JIstoun, 2011).

VY sykapuot anuHa Tpanckpunta Bapeupyet ot 7000 mo 8000 m.H. 1 KoaupyromIas 4acthb
cocraBnsier 70-80%. B xome co3peBanusi pPHK nmpmepnas mociemoBaTenbHOCTh M 4acTh
TpaHCKpUOUpyemoro cheiicepa, Hekonupytomas 5,8S pPHK, nerpaaupyior g0 HyKICOTHIOB.
Tpanckpubupyemsbie CIUHULIBI pas3aeIsoTcs Y4aCTKOM JIHK, Ha3bIBA€MBbIM
HETpaHCKpUOUpyeMbIM crieiicepom. Ero pynHa BapsupyeT B IIUPOKUX npeaenax: oT 1750 m.H. y
napoxokeit 1o 30 000 m.H. y Mbiy; y apo3oduiiel oH umeeT niauHy 3750-6450 m.H..

CymectBennass yacth reHoB 28S pPHK coxepxut mncepuuu. Kaxmas w3 enuHunl
MOBTOPa MOXKET QYHKIIMOHUPOBATH HE3aBUCHMO OT JIPYTUX. Y AP030(UIIbl T€HBI, KOAUPYIOIIIE
5S pPHK, npencraBnensr 6;10koM, coctosimuM u3 160—200 naeHTUYHBIX TTOCTIEA0BATEILHOCTEH
mmuHOM 385 m.H. kaxkmas. OOmas gimuHa kiactepa coctaiaser 60 000-80 000 m.H.
[ToBTOpSsitOLIAsACS €IUHULIA COCTOUT U3 Koaupytomen yactu (~135 m.H.) u cneiicepa (250 m.H.).
OtnenpHBIC TEHBI WM TPYMIBI TEHOB B MpejeNiax KiacTepa TPaHCKPUOUPYIOTCS HE3aBUCHUMO
JIpYyr OT Jpyra: JAelielMH YacTH T'€HOB HE NPEJOTBPAIIAIOT aKTUBHOCTH OCTalIbHBIX. Takum
obpazom, mocnenoBatenpbHocT JIHK He mpeAcTaBisiOT €AMHUIBI TPAHCKPUIIIUU U

(GYHKIIMOHUPYIOT HE3aBUCUMO OfHA OT apyroi (XKumynes, 1994).
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['eHbl THCTOHOB NPUCYTCTBYIOT B TEHOME B HECKOJIBKUX KOMUSX U COOpaHbl B TaHJEMHO
MoBTOpsIfOIIMecs Kiactepol. KiactepHas opraHu3aiusi KaHOHHYECKHX THCTOHOBBIX T'€HOB
XapakTepHa JUIsl BCEX MHOTOKJIETOYHBIX. (OCOOEHHOCTBIO T'€HOB KAaHOHMYECKHX T'MCTOHOB
ABJISIETCS] OTCYTCTBUE B HUX UHTPOHOB. TpaHCKpUIIINA 3TUX T'€HOB IIPOUCXOIUT CTPOTO BO BPEMS
S-daser knerounoro mmkma. Marpuunas PHK stux renoB He nommaaenunupyercs. Ctout
OTMETUTh, UYTO YHUBEPCAJIIBHOW OpraHU3allid BapUaHTHBIX THCTOHOBBIX TE€HOB I BCEX
OpraHu3MoOB He cyuiecTByeT. OHH, B CBOIO OU€pe/lb, He 00pa3yIoT KJIacTepOB U pa30pOCaHbl MO
BCEMY TE€HOMY, HEpeIKO cojaepkaT MHTPOHBI, TpaHckpuOupyemas ¢ Hux PHK
MOJIMAICHWIIUPYETCS, @ TPAHCKPHUIILIUS IPOUCXOINUT BO BPEMS BCEr0 KJIIETOYHOTO 1uKia (Brown,
2001; Marzluff et al., 2002). Hanpumep, oOmias [iHAa KiacTepa THCTOHOBBIX T'€HOB Y
npo3odunsl coctapiseT npumepro 500 000 m.H.. OTaenbHBIE TeHBI B MpeeiaX MOBTOPEHHOMN
€AVHUIBI TPAHCKPUOUPYIOTCS B IPOTHUBOIIOIOKHBIX HaMpaBIeHUX (T.€. ¢ pa3ubix nenei JJHK),
YTO CBUETEIIHCTBYET O HE3aBUCUMOCTH UX (PYyHKIIMOHUPOBAHUSI.

Nuorna B Kiactepbl OOBEAMHSIIOTCS U HEMOBTOpsitomecss TeHbl. CeMb TI'€HOB,
KOJMPYIONUX OEITKH TETIOBOTO 110Ka, pacnonaratores Bo ¢pparmente JJHK mmnoit 12 000.1m.H..
JIns TEHOB 3TOroO palloHa TaKXKE XapaKTepHa pa3Has HaIPaBICHHOCTbh TPAHCKPHUIIIUU. | eHbI,
KOHTPOJMPYIOUIME pa3BUTHE KPYIHBIX YacTei Tena, coOpaHbl B KiacTepbl. Takue KiacTepsl

Ha3bIBatOT KoMiuiekcamu (JKumyses, 1994).
1.1.3. CrTpyKTypHas u peryJjsaTopHasi yacTu reHa. CTpyKkTypa TPaHCKPUINITOB

B ortnnuum ot npokapuot, y kotopsix eauHcTBeHHass PHK nonmmepasa cuntesupyer Bee
Buabl PHK, y sykapuot tpu paszusix PHK-nonmumepasst tpanckpubupytor PHK ¢ Tpex pasznbix
tunoB reHoB. PHK-monmumepasa I cuntesupyer 18S, 28S, 5,85 pPHK, PHK-nonumepaza II
cunteiBaeT MPHK c renos, koaupytomue 6enku u Hekotopsie Manbie siaepasie PHK (MaPHK),
PHK-nonumepasa III tpanckpubupyet renst 5S pPHK, TPHK u octransusie MaPHK. Kaxnbrit
I€H COCTOUT W3 PEryJISITOPHOM YacTH, C KOTOPOM HAaYMHAETCA TPAHCKPUILMS, KOAUPYHOLIEH
4acTH, B KOTOPOH 3amucaHa mHpopMaIus O CTPYyKType Oenka M TepMHHHPYIOLIEH 4YacTH, B
KOTOpOH 3aBepuiaeTcsi TpaHCKpunuus. J[ias mOpaBUIBHOTO CUMTHIBAaHUS HHMOpMaIUK
HEOOXOJMMO HaJu4Me€ KOJOHOB HWHUIMAIMU M KOJOHOB TEPMHHALMM TPAHCKPHUIILUU.

O6H3py>KCHO ABa THUIIAa TCPMUHUPYIOIIUX HOCHeﬂOBaTeHBHOCTCﬁ, U KaXXJAbI T'€H UMEET OJIMH U3
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Hux. OAMH TUO TOCJENOBATENbHOCTEM MOXET pacno3HaBaThCsi HenocpeacTBeHHo PHK-
noymmmMepas3oit, apyroit Tun — PHK-momumepasoit B accormumanum ¢ p-pakropom (OKumynes,
2000).

B mnunnanuu tpanckpumnuuu yyactsyet He Tojibko PHK-nonnmepasa, Ho 1 MHOXeCTBO
O€JIKOB, Ha3bIBAEMbIX OOMIMMU (akTopaMu TpaHCKpumniuu. [loaToMy B peryiasiTopHON 4acTh
NOMHMO TPOMOTOpa, ¢ KoTopbiM B3aumozeiicteyer PHK-momumepaza |l naxomsites
MHOTOUYHUCJICHHBIE PETYJSITOPHBIE MOCIEI0BATEILHOCTH, C KOTOPBIMU CBSI3BIBAIOTCS (haKTOPHI
TPAHCKPUIILNY U APYTUE JTUTaHAbl. PEryisaTopHbIe OCIEI0BATEIBHOCTH MOTYT HAXOUTHCS KaK
BbIIlIe, TaK M HW)XE TOYKH HHUIMAIMKM TPAHCKPUIIIKHU. SApo mpoMoTOopa BKIIOYAET B CeOs
TATA-O6okc (TATAAA) Ha3biBaeMblii TO-ApYroMy JOMEHOM XOrHecca WU JIOMEHOM
['onnbepra-Xoruecca, smeMeHnT BREU (upstream TFIIB recognition element), Haxosiuics
nepen TATA-6okcom, anemenT BREd (downstream TFIIB recognition element), Haxoasimiics
nocie TATA-6okca, Inr (Initiator) y4yacTok, B KOTOpPOM HAuyWHAETCS TPAHCKPHIIIINSA),
HIDKenexkamuii anemeHt npomotopa — DPE (downstream promoter element), snemeHt
cesazannblii ¢ perumkanmern JITHK — DRE (DNA replication-related element). OGbruno
MIPOMOTOPBI COAICPKAT pa3InyHble KOMOWHAIIMU U3 ATUX dJIeMEHTOB. KpoMe Toro B MHUITMAIIUT
TPAHCKPHUIIIINHU BAXKHYIO POJIb UTPAIOT U MPOKCUMAaNbHBIC JIeMeHThI. Hanbosee u3BecTHbIe — 3TO
CAAT-60kc (GGCCAATCT) u GC-60kxc (GGCCGG) (Buratowski, 1995; Pasus u np., 2015).

XOTsl MPOMOTOPHBIE STIEMEHTHI SABJISIIOTCS KJIFOUEBBIMH B OCYIIIECTBICHUH TPAHCKPUTIIIUH,
JUIST. MaKCHUMaJIbHOM 3((PEKTUBHOCTH HEOOXOAMMBI YJAICHHBIE PETYJISTOPHBIC SJIEMEHTHI,
KOTOpbIE MOTYT KaK aKTUBUPOBAaTh (PHXAHCEPHI), TaK W TMOJABIATH (cCalJeHCEPHI)
TPAHCKPUIIINIO. DHXAHCEPHl MPEJCTABISAIOT COOOW CHenu(PUIECKUE YYACTKU CBS3bIBAHUS
0COOBIX PETYJATOPHBIX OCIKOB, YCUIMBAIOIIUX WM aKTUBHPYIONINX MPOIECC TPAHCKPHUIIIIIH.
Takoe pacnoioXeHne YHXaHCEPOB JaeT OCHOBAHUE CUUTATh, YTO JIF0O0N KOHKPETHBIN TPOMOTOP
MOJKET HaXOJUTHCS IMOJ] KOHTPOJIEM HEOTPAHMYEHHOTO YHCIIa SHXAHCEPOB, Pa30pOCaHHBIX IO
BceMy TeHoMmy. OpHaKo 3TOro HE MPOMCXOJUT, MOTOMY UYTO B T€HOME CYIIECTBYIOT TakK
Ha3bIBAEMbIE APXUTEKTYPHBIE 3JIEMEHTHI, KOTOPbIE MOJJICPKUBAIOT B3aUMOJICUCTBUS MEXKIY
VAQICHHBIMH y4YacTKaMu TeHoma. Hambornee HW3BECTHBIC apXUTEKTYpHBIE DJIEMEHTBI — 3TO
WHCYJATOPBI. HCYIATOPHI, B 3aBUCUMOCTH OT PsiJia JOTOJTHUTEIBHBIX YCIOBHM, MOTYT JIHOO

pasacisaTh (I)YHKHI/IOHEIJ'ILHBIC JOMCHBI I'CHOMaA, 00 CII0COOCTBOBATH YCTAaHOBJICHUIO CBSA3U
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MEXJy yJaJe€HHbBIMU 3HXaHCEpaMHU M KOHTPOJHMPYEMbIMU UMM Tpomotopamu (Pasun u nap.,
2015).

[Tpu u3yuenun anenoupyca 2 B 1977 roay ®@ununm [lapn (Berget et al., 1977) u Puuapn
PoGeptc (Chow et al., 1977) mokasau, 4To HYKJICOTHIHAS ITOCIIEA0BATEIBHOCTD, KOAUPYOIIast
OIpEJICJICHHBIN O€NOK, MPEpPBhIBAETCS NPOTSKEHHBIMH HEKOIUPYIOIIMMU ydacTkamu. OHH,
M0JI00HO MEKTEHHBIM CIieficepaM, He CoiepkKaT FreHeTHUeCcKo MHGOpMaluy U ObLITUM Ha3BaHBI
MHTpOHaMHU. B CBOIO ouepenp, KOAUPYIOIIME YYAaCTKH CTajly Ha3blBaTh 3K30HaMU. Takou TUIT
MO3auYHON OpraHu3aluu 0OHapy>KeH y OOJIbIIMHCTBA T€HOB AYKapuOT. YUCIIO M BHYTPUTECHHAS
JIOKaIMU3aIisl UHTPOHOB CHENU(UYHBI IS KaKJIOTO T€Ha, 3TO CTAHOBUTCA OYEBUIAHBIM IPHU
CPaBHEHUM OPraHM3alli FOMOJOTHYHBIX F€HOB Yy pa3HbIX BUAOB. HekoTopeie reHbl conmepxar
OJIMH—/IBa MHTPOHA, HO YaCTO MX 3HAYUTENBHO Oonblie. [leTanbHOe UCCiIeI0OBaHUE IK30HOB Y
JecsiTH HanboJiee N3yYEHHBIX MOJIENIbHBIX 00BEKTOB MOKA3aJI0, YTO Y 3YKApUOT B CPETHEM OJIUH
TeH COJIEPKUT 3,7 MHTpOHA Ha ouH Tul konupyromero yuactka JJHK (Deutsch, Long, 1999).
Taxkxe ObLJI0 MOKa3aHO, YTO B UHTPOHAX HEKOTOPHIX T€HOB MOT'YT PaclojaratbCsi U APyTrue reHsl.
[To pesynsraTam mpoekta «['enHoMm npozoduiby, 8% TreHOB y 3TOrO BHJA JOKAIU30BAHBI B
UHTPOHAX JIpyrux reHoB (Ashburner, 2000).

JUIMHa MHTPOHA MOKET OBITh Pa3HON — OT HECKOJbKHUX JECSITKOB Map HYKJICOTHUIOB /10
MHOTUX Thicsd. OOImas /iMHa BCEX WHTPOHOB 3HAYUTENHHO IMPEBBINIAET CYMMApHYIO IITUHY
HK30HOB. DK30HBI, KaK MPaBUIO, UMEIOT HEOObUIYIO JUIMHY. Pa3Hble 3K30HBI B Mpe/enax reHa
HE TOJIbKO pa3JIMYaloTCs IO COCTaBy KOJIUPYEMBIX HMHU aMHHOKHUCIOT, HO M HMEIOT
OTpeJieNIeHHbIE CTPYKTYpHBIE ocobeHHocTH. Hanpumep, B reHOME yenoBeka 0OHapy>KeHO OKOJIO
45 Teicsu Tak Has3biBaeMblX CpG ocTpoBKOB. DTO Tsxku HemeTwinpoBanHoi /IHK ¢ Bbicokum
coxepxanueM auHykieoTHnoB CpG. Yamie Bcero OHM pacnoJiaraloTcsi B PETYJISITOPHBIX
00JacTsIX T€HOB, HO B FeHaX YeJoBeKa BEepOsTHOCTh BCTPeTUTh CpG OCTPOBKHU B IEPBBIX IK30HAX
B 13 pa3 BhIIe, 4eM B UHTPOHAX, M B JIBa pa3a BbIIIE, YeM B Opyrux dk3oHax (Antequera, Bird,
1993).

Kpome ynukaneubix nocnenoBarenbHocteit JIHK, comepxamux cOOCTBEHHO TeHbI, B
r€HOMax OpraHM3MOB BCTpeuaercs 3HauuTenbHoe KoimuectBo JIHK-mocnemoBarenbHOCTEH,
KOTOpBIE IPEACTABISAIOT COOOM MOBTOPHI, pa3jM4HbIE IO CBOEMY COCTaBy. B cBoro ouepens,

HCKOTOPLBIC q)YHKHI/IOHaJIBHLIe I'CHBI, IPUCYTCTBYIOIIUC B TCHOMC OoJjiee yeM B OI[HOI71 KOIINH,
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paHee mpencTaBisuIN coboit moBTOpeHHbIe ocnenoarenbHocTr JIHK. OnHako, 60JbITUHCTBO
JIHK-moBTOpOB HE SIBISIIOTCS T€HAMH, M B JEHCTBUTENBHOCTH, (DYHKIIMOHAJIHLHOE 3HAYCHUE
MHOTHMX U3 HHX, mo-npexHemy, Hescuo (Elder, Turner, 1995). Haiinensl Takxe
MOCJIE/IOBATENIbHOCTH,  Ha3blBaeMmble  TiceBoreHamMu. OHHM  MPEACTaBISIIOT  COOOi
He(DYHKIIMOHATBHBIE MOCIEI0BATEILHOCTH, KOTOPBIE OJIM3KU K MOCIEI0BATEIbHOCTH aKTUBHBIX
IF€HOB, HO UMEIOT pPsiJ HYKJICOTHAHBIX 3aMEH, JeJIeUUd M AYIUIMKAIUi, HapyLIaloINX HX

skcnpeccuto (Vanin, 1985; Balakirev, Ayala, 2003).

1.2.  OOmue nmpeacTaBjJeHHsl 0 CTPYKTYpe reHOB rOpMOHa pocTa y

NMMO3BOHOYHbBIX KHBOTHBIX

I'opmon pocra (comatorponusbiii ropmon (CTI'), comaTtoTponmmH) — OAMH WH3
TOPMOHOB mepenHe gonu runoduza. OTHOCUTCS K KIAcCy MOJHUIECNTUIHBIX TOPMOHOB,
pEryJMpyeT pocT CKeJeTa W YYacTBYeT B JPYrHX BaXKHBIX Ipolieccax opranusmMa. Brmepssie,
TOPMOH POCTa OBLI BBISIBJICH IO CIIOCOOHOCTHU BBI3BIBATH POCT CKEJIETA U YBEITUUCHUE MACCHI TEJla
y Mosobix skuBoTHBIX (Harvey, Hull, 1997). Haubonee n3y4eHHBIM SIBJISIETCS TOPMOH POCTa U
BMECTE C MPOJAKTUHOM U COMATOJIAKTUHOM OTHOCHUTCS K CEMEUCTBY runodu3apHbIX TOPMOHOB.
B Hacrosimiee Bpemsi M3BECTHA TOJIHAs aMUHOKHCIIOTHAs IOCJIEIO0BAaTEIbHOCTh U CTPYKTYypa
T€HOB FOPMOHA POCTa YEJIOBEKA, HEKOTOPHIX MIICKOMUTAIOIIUX U psifa APYTHUX MO3BOHOYHBIX
KUBOTHBIX.

B renome uenoBeka reH ropmona pocta (hGH) m mnanenrtapssiii jgaktoren (hPL),
M3BECTHBIN TakKe Kak IreH XopuoHudeckoro comaromammorponuna (hCS) obpa3yror kimactep
U3 TSITH OJTM3KO PACIIONIOKEHHBIX K IPYT IPYTy TEHOB. B cocTaB 3TOT0 Ki1acTepa BXOMAT /iBa TeHA
hGH u tpu rena hPL (Hirt et al., 1987, Barrera-Saldana, 1998). I'enbl B kiacTepe uMEIOT
OJIMHAKOBYIO OPUEHTAIIUIO U PACIIONIOKEHBI B IMOJOKEHUH OT 5'-KOHILY K 3'-KOHITY B CJIEIyIOIIEM
nopsiake: hGH-N, hPL-1, unmu hCS-L, hPL-2, unu hCS-A, hGH-V, hPL-3, uiu hCS-B. I'ensr
hPL-2 u hPL-3 skcnpeccupyrorcss B TpodoOiacTax MIaleHThl U KOJAUPYIOT OJUH U TOT XK
oenkoBbiii  mpomykT. ['en hPL-1 ornwdaercs OT OCTalnbHBIX T€HOB, KOJHPYIOUIUX
XOPUOHUYECKUI COMAaTOMaMMOTPOIIUH, BO BTOPOM HHTPOHE OOHApyEH H3MEHCHHBIM CauT
CIUTAiCHHTA, U 3TO MOXET YKa3blBaTh Ha TO, 4TO TeH hPL-1 sBisiercss mceBIoreHOM, XOTS

NPOU3BOJICTBO (DYHKIMOHAIBHBIX NpOoAyKTOB He wuckiatodeHo. ['en hGH-N koaupyet
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runou3apHblii TOPMOH POCTA, IKCIPECCUPYETCS TOJBKO B CIICIHAIM3HPOBAHHBIX KIIETKAX
aneHorunopusza — comatorpodax. ANbTepHATUBHBIN BapUaHT TOPMOHA POCTAa KOJUPYET TeH
hGH-V, xoropslit 3ameHsieT Tuo(u3apHbIil TOPMOH pOCTa Ha MO3HUX CPOKAX OEPEMEHHOCTH,
a skcmpeccupyercst oH BMecte ¢ reHamu hPL B mamnente (Hirt et al., 1987, Chen et al., 1989,
Perez-Maya et al., 2016).

I'east hGH — hPL pacmonoskeHsl Ha ITMHHOM 1ieue 17 XpoMocoMBbl B cerMeHTe q22—24
(Owerbach et al.,1980, George et al., 1981, Harper et al., 1982). Bce nars reHoB, BKItoUas Ux
ommkaiimye ¢graHkupyromue oo1acti, o6sun cekBeHupoBansl (DeNoto et al., 1981; Hirt et al.,
1987), m okazanuch KOHCepBaTUBHBI Ooubine, 4yeM Ha 95%. IlonHas HykiIeoTHAHAS
nocienoBarenbHOCTh JIokyca hGH oxBateiBaeT 66495 m.H. U COAEPKUT MOCIIEOBATEILHOCTH
BCeX IMATH reHoB. HecMOTpst Ha TO, YTO MO JAaHHBIM PECTPUKLIMOHHOTO aHanu3a rensl hGH
3aHUMAIOT Y9acTOK JUTHHOU 2,6 T.1.H. kaxabid, nBa reHa hPL (hPL-2 u hPL-3) Haxonsarcs Ha
ydactke [uHoi 2,9 T.1.H. u reH hPL-3 MoxxHO 00HapykuTh Bo (parmente 9,5 1.1.H. Bee nsath
TCHOB, BXOJISIIIIAE B KJIACTEP, COCTOAT U3 MATH SK30HOB M YETBIPEX HHTPOHOB. [ €HBI pa3jieiieHbI
MEXTeHHBIMU TTociaeaoBaTenbHOCTAMU HiuHON oT 6000 1o 13000 m. H., KoTOpbIe coaepkar 48
MOBTOPSIONIUXCS TTocheoBarenbHoCTel Tina Alu. OHu BcTpeuatoTcs B 00eUX OpUEHTAIU X, a
Tpu Alu MOCIEeOBaTEIPHOCTH TPEACTABICHB B YCEUEHHOM BHUC. VX MONOXKEHUS MOXKHO
paccMaTpuBaTh KaKk UCTOPUYECKHUE OPUEHTHUPHI, OTPAKAIOIINE HBOJIIOIMOHHBIE COOBITUS TPHU
oOpazoBanuu 3toro jJokyca (Chen et al., 1989). Dxcnpeccrio reHOB B pa3HbIX TKAHSX U B pa3HbIe
NepUoJbl BPEMEHHM O0OecrleurnBaeT B3aUMOJCUCTBHE TPAHCKPUIIIMOHHBIX (HAKTOPOB C
Pa3TUYHBIMU PETYIISATOPHBIME JIEMEHTAMH MPOMOTOPA | C TTOCIICIOBATEIIBHOCTIMU SHXaHCEPOB
(Barrera-Saldana, 1998). Ha paccrosiauu ot —15 000 1o —32 000 1. nepen reramu hGH u hPL,
pacrojokeHa AucTaibHas 001acTh KOHTposibHOTO Jokyca (LCR), koTOopas urpaer Kiro4eByro
pOJIb B PETYJISIIIUU DKCIIPECCUM TeHOB, BXOoAAIIMX B Kiaactep (Jones et al., 1995; Su et al., 2000).

Opranuzanust kinactepa reHoB GH 3HaumTeNbHO BapbUpYET Cpelu MpeicTaBHTENCH
pasHbIX TPYII MPUMATOB, K KOTOPBIM OTHOCHUTCS U 4YesloBeK. Makaka-pe3yc (Macaca mulatta),
ramanpun (Papio hamadryas) u ropwmuia (Gorilla gorilla gorilla) umetor mects reHor B
knacrepe (Gonzalez-Alvarez et al., 2006; Rodriguez-Sanchez et al., 2010); 4e0BeK U IIMMITaH3€
ISTh, @ B COCTaB KJIacTepa reHoB opanrytaHa (Pongo abelii) Bxogur Bcero ueteipe rena, u

TOJIBKO TPH U3 HUX ABJIAIOTCSA (I)YHKHI/IOHEUIBHBIMI/I. V mmmmnanse u OpaHryTaHa TaKKC, KaK U 'y



22

yenoseka, reH GH-N skcnpeccupyertcs B runoduse, a mpoaykt rena GH-V MoxHO 00HapyXUTh
B tianeHTe. 'ensl (CSH), mogo6HbIe reHaM XOpUOHUYECKOr0 COMaTOMaMMOTPOIIMHA YeJI0BEKa
(hCS) y ropunn u opanrytanoB OoJiee BapuadenbHbl, ueM reubl GH, HO Hanbosiee 3HAUMMBIM
SBIISIETCSI U3BMEHEHHE KOJIMYECTBA TAKUX F€HOB B FTEHOME, BAPbUPYIOIIUX OT IBYX Y OPaHI'yTaHOB
u 10 deteipex y ropmwul. B rene 0CSH-L opanryrana Taxxke, kak U B rene hCL denoseka,
UMeeTcs U3MEHEHHBIN CaliT cIilaiiciHra Ha 5'-KOHIlEe B MHTPOHE 2. A Halu4yHhe CTOI-KOJOHA B
paMKe CUYHTHIBaHHS B 3K30HE MATh yKaszbIBaeT Ha To, uro reH 0CSH-L mpencrasnser coboit
ncepaored. [locnenoBarensHocTh reHa OCSH-B  opanryrana umeer TOMOJOTHIO €
nocienoBaTenbHOCThIO TeHOB hCS-A/-B uenoBeka, 4To ykas3blBaeT Ha TO, YTO JAaHHBIN T€H Y
opanrytana ¢yHkioHnanbHbIi (Perez-Maya et al., 2016).

Tem He mMeHee nocnenoBarenbHOCTh reHa gCSH-AT ropusuisl MMeeT HeKHe CXOJCTBaA C
nocaenoBaresbHOCThIO reHa 0CSH-L opanryTana, HO CyIIECTBEHHO OTJIMYAETCS OT OCTaJIbHBIX
renoB gCSH-A2, gCSH-A3 u gCSH-B. B cBor ouepens aBropel (Perez-Maya et al., 2016)
ormeuatot, uyto reHsl gCSH-A2, gCSH-A3 n gCSH-B ouens moxoxu mexay co6oit. CxomcTBo
MeXay OSTumMu Tpemsi reHamu gCSH ropwiasl MOXXKET 4YacTUYHO OTpakaTh COOBITHS
npeoOpa3oBaHMs T€HOMA, a TaKXKe HeJJaBHUE MPOLECCHl AYTUTMKAIIMH T€HOB.

VY GONBIIMHCTBA OCTATBHBIX MIIEKOMUTAIOIINX, BKIIIOUAst U TOIy00e3bsiH, TeH TOPMOHA
pocTta He (GOpMUPYET KJIACTEp TOMOJIOTUYHBIX T€HOB M B T€HOME MOXHO OOHApPYKUTh TOJIBKO
omHy komuio. Ho cpemm mpeacTaBUTeneil pa3IUYHBIX OTPSAOB MIIEKOMUTAIOMIMX MOYKHO
BCTPETUTh BHJIbI, y KOTOPBIX OOHAPY>KEHO MO J[Ba I'éHa FOPMOHA pocTa. Y MpeacTaBUTENeH
orpsna IlapuokombiTHbie (Artiodactyla) — oObikHOBeHHOTO Oeremora (Hippopotamus
amphibius), xupada (Giraffa camelopardalis) (Maniou et al., 2004) u wmayioro oneHéka
(Tragulus javanicus) (Wallis, Wallis, 2001) naiinens! nBa moxoxux rena GH, koropsie,
HECMOTpSI Ha HAJIMYUE HYKJICOTHUIHBIX 3aMEH, KOTUPYIOT oauHakoBble Oenku. [lo mBa rena
ropmMoHa pocta Bcrpeuaercs y oserl (Valinsky et al., 1990) u ko3 (Yamano et al., 1991). ¥V osen
OJIMH T€H TOPMOHA POCTa TPEACTABICH OJHON KOIMHWEH, B TO BpeMs KaK JIPyroil T'eH, ABYMs
konusimu GH2-N u GH2-Z. Bce Tpu reHa uMerOT CXOACTBO. Y KO3bI IO pe3ysibTaTam
UCCIICZIOBaHUS PECTPUKIIMOHHBIX (PparMeHTOB OOHAPYKEHO JABa PparMeHTa: ePBbIi COACPKUT
oJMH reH ropmoHa pocrta (gGH1), a BTopoii ABa reHa, pacroyioKEHHbIX TaHJIEMHBIM 00pa3oM

(gGH2, gGH3). I'opaon c coaBTopamu (Gordon et al., 1983) B cBoeit paboTe OMHUCHIBAIOT TOJIHKO
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onuH ¢pyHkuuoHaneHbIH reH GH, HO ymomuHaroT o Hanmnyuu BToporo rena GH B reHome ObIka.
ABTOpPBI CUMTAIOT, YTO 3TO JuO0 mceBgoreH GH, nmu6o HepyHKIMOHATBHBINA TUIALICHTAPHBIHI
JAKTOT€H, IOTOMY YTO MPOJYKTa JAHHOI'O F'€Ha UM HE y/1aJoCh OOHAPYKUTb.

CtpykTypa TE€HOB TOpMOHa pOCTa OCTaeTcsi BechMa KOHCEPBATUBHOW Cpeau
wirekornraromux (Barta et al., 1981; Gordon et al., 1983; Das et al., 1996): koaupyroras 4acTb
COCTOUT M3 MATH SK30HOB, Pa3AelIEHHbIX YETHIPHMS MPOMEKYTOUHBIMU MOCIIEI0BATEILHOCTIMHU
— uHTpoHaMu. JlyiMHA MHTpPOHOB BapbupyeT B npexnenax 200-300 m.H. y pasHbIX BHUIOB.
Hamnpumep, rensl ropmona pocra O0sika (Woychik et al., 1982; Gordon et al., 1983) u oBmpl
(Byrne et al., 1987) umeroT o4eHb BBICOKOE CXOJCTBO HYKJICOTHIHBIX MOCIEAOBATEIHLHOCTEMH,
YTO MOXXHO OOBSICHUTH UX HEJaBHEW HE3aBUCHUMOHN HUCTOpUEH M, BEpOsITHO, oTOopoM. OOmias
JUTMHA TEHOB y ATHX JIBYX BUOB OTJINYAETCS JIUITH HA OAWH HYKJIeOTHA: 1793 1.H. — TeH ropMoHa
pocta O6bika 1 1792 1.H. — nIMHA reHa ropMoHa pocTta oBIlbL. [locnenoBaTenbHOCTH reHa TOpMOHA
pocTta y 3TUX BHUJOB HMMEIOT CXOJCTBO HE TOJBKO MEXIy CO0O0H, HO UM C HM3BECTHBIMHU
NOCJIEZIOBATENbHOCTSIMU T€HOB FTOPMOHA POCTa KPBICHI U yesnoBeka. [IpuueM, BrIcOKas CTENEHb
CXOJICTBa HAOIOJAETCS HE TOJILKO B KOJIUPYIOIIEH 00JacTH TeHa, HO U BO (PIIAHKUPYIOIIUX
obnmactax. B 5'-pmankmpyromeld o0jgacTd y BCeX T'€HOB HMMEETCS II0CIIeI0OBATEILHOCTD
TATAAA, a Takke Jpyrue KOHCEPBAaTUBHBIC YYAaCTKHU, HEOOXOJUMBIC [JIi WHUIMAIUU
TPAHCKPUIIIIHH.

N3BecTHBIE HA CETOAHSIIHUNA J€Hb HYKJICOTHAHbIE NOCIEI0BATEIbHOCTH T'€Ha TOPMOHA
pocTa pa3inMuHbIX BHIOB Ipei3yHOB (Barta et al., 1981; Das et al., 1996; Wallis, Wallis 1995;
Lioupis et al., 1999) no cBoeil CTpyKType HE OTIMYAIOTCS OT IOCJENI0BaTEIbHOCTENH T'€HOB
TOPMOHA POCTa JPYTUX MIICKOMHTAOMNX. PacronoxeHne SK30HOB W HUHTPOHOB B T'eHE
AHAJIOTMYHO PACTIONIOKEHUIO TUX CTPYKTYPHBIX YacTeH reHa y APYTHX BHIOB MICKOMTUTAIOIUX,
a FPaHMIIbI 5K30HOB-UHTPOHOB COOTBETCTBYIOT MPABUITY, COTJIACHO KOTOPOMY Ha 5'- 1 3'-KoHIIax
WHTPOHOB PACIOJIOKEHBI KOHCEPBATUBHBIE HYKIICOTHIBI, IO KOTOPHIM MPOUCXOUT CIUIAMCHHT
uHTpoHOB Ipu npoueccunre MPHK. Ha 5'-konne mHTpoHa 310 mapa nHykneorunos GT, a Ha
3'-xoHre 3to napa nykineotuioB AG (Das et al., 1996). Pazmep untponos rena GH o0bsruHO He
npessimaeT 300 m.H., UCKIIOYEHHE MpeacTaBiisgeT BTopoil uHTpoH (Is) B rene kpwichl (Barta et
al., 1981). [limua ero coctasmsier 718 m.H., uro Ha 530 m.H. 6oabiie, yem y Mbrmm (Das et al.,

1996). HntepecHoit ocobennocteio mHTpoHa B rena GH kpoicwl siBnsieTcst Ooiiee HU3KOE
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conepxanne GC (45,5%), nanmnune tpex mmmHHBIX OoraTeix AT oGmacTeil, KOTopble coaepKaT
TaHJEMHBIC TOBTOPHI PAa3HOM /JIWHBI, HO BCE 3TH TaHJEMHbIE MOBTOPHI 3aKAHYUBAIOTCS
JUIMHHBIM NTOJIM-A KOHIIOM. OO1iasi CTpyKTypa 3TOro y4yacTKa MHTPOHA JJIuMHOM npumepHo 500
n.H. HanoMmuHaeT aucnepcHbie moBTopel JIHK, BcTpewarommecs B kiacrtepe GH-momoGHBIX
TeHOB mpumaroB. Ho cTouT oTMeTuTh, YTO, HampuMmep, WHTPOH B reHax ropmona pocra
gyenoBeka (hGH) wmmeer gmuny 200 mH. M HE COACPKUT OOJIBIIUX TIOBTOPSFOITUXCS
nocienoBarenbHocTel (Barta et al.,, 1981). He naOmionaercss U JIMHHBIX MOBTOPSIFOLIAXCS
oCjIeI0BaTeIbHOCTEH B HMHTPOHAX TeHOB eBpormeiickoro kpommka (Oryctolagus cuniculus)
(Wallis, Wallis 1995) u manectunckoro ciensimia (Spalax ehrenbergi) (Lioupis et al., 1999).
Knactep GH-nonoOHble reHbl y IpbI3yHOB HE OOpa3yloT, U T'€H T'OPMOHAa POCTa B TE€HOME
MPEJICTABJIEH OJJHOW KOIHEN.

['en ropMoHa pocTa NTUI] TPEBOCXOAUT MO UTHHE T€H TOPMOHA POCTa MIIEKOITUTAIOIINX.
Ecnu cpenusis anvHa reHa ropMoHa pocta miekonuratomux npumepno 2000 nm.a. (1,5 T.mH —
mHa rena GH mpimm (Das et al., 1996); 1.7 1.1, — minaa reda GH 6bika (Gordon et al., 1983);
2000 n.1. — ymuuaa reHa GH kpwice (Barta et al., 1981)), To anmuHa reHa ropMoHa pocTa MTHII
BapsupyeT B quana3zone ot 3000 xo 5000 m.H. (3,3 T.1.H. ANTMHA T€HA Y MYXOJIOBKU-TIECTPYIIIKH
(Ficedula hypoleuca) (Buggiotti et al., 2006); 3,5 t.r.H. anuHa reHa y kypuisl (Tanaka et al.,
1992); 5,2 t.n.H. anuHa TeHa ropmoHa pocta y ytku (Anas platyrhynchos) (Kansaku et al.,
2008)). Pa3nnuus B AyTMHE TEHOB 00YCIIOBJICHBI Pa3IMYHBIMHU JTTAHAMU HHTPOHOB. Ho HecMoTpst
Ha TO, YTO Yy Pa3HbIX BUJOB NTHI] UHTPOHBI PA3INYaAIOTCA MO CBOEH JUIMHE, KOJMYECTBO HX
0CTaeTCsl TAKOE e, KaKk ¥ B TeHE TOPMOHA POCTa MIIEKOMUTAIOIINX: YETHIPE HHTPOHA Pa3/ICIISIOT
ISITh 9K30HOB.

JIns mTun, npencTaBuTeNel oTpsaa BopoOobruHOOOpasHsie (Passeriformes), xapakrepHo
HaJu4ue B TeHOMe /ByX reHoB ropmoHa pocta GH1A u GHI1B. B otnnune ot reHa ropMoHa
pocTa MPUMAaToB, KOTOPBIN B COCTAaBE KacTepa reHOB 3aHUMAET Y4acTOK OJHON XpOMOCOMBI 17,
TeHbI TOPMOHA POCTa BOPOOBMHOOOPA3HBIX pacIioiararoTcsl Ha pa3HbIX XpoMocomax: reH GH1A
pacnionoxkeH Ha xpomocome 1, a ren GH1B — na xpomocome 27 (Arai, ligo, 2010). Cornacno
pabote FOpu ¢ coaBTopamu (Yuri et al., 2008), konusi reHa TOPMOHA POCTa BO3HUKIIA MMYTEM
OYIUTMKAIMA Yy Tpeaka BOpoObMHOOOpa3HbIX. BTopoil reH mpucyTcTByeT y OOJBIIMHCTBA

IpEeICTaBUTENIEN AAHHOIO OTpsia, a 3Kcmpeccus o0OMX I€HOB B MO3re 3e0pOBOW amaJHMHbI
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(Taeniopygia guttata) yka3siBaeT Ha TO, 4TO 00a reHa HOpMaJIbHO QYHKIMOHUPYIOT (Yuri et al.,
2008).

Ornucanue MOJHOM HYKJICOTHUJIHOM MOCIIEOBATEIIBHOCTH I'€Ha TOPMOHA POCTa Cpeau
MpeAcTaBUTEIeH penTwini U ampuOuil BCTpedaeTcs TOJBKO I KUTAMCKOH TPEXKUIEBOM
yepenaxu (Chinemys reevesii) (Liu et al., 2016). Kak 1 y 60J1bIIHHCTBA TO3BOHOYHBIX )KHBOTHBIX
r'eH TOPMOHA POCTa KUTAWCKO#M TpéxkuieBoi yepermaxu (Chinemys reevesii) COCTOUT U3 MATH
AK30HOB M YEThIpEX MHTPOHOB. JlyinHa reHa coctapisieT 8517 m.H.. Takad pa3Huna B pasmepax,
€CJIM CPAaBHUTH C TEHOM TOPMOHA POCTa MIIEKOIIUTAIOIINX, CBS3aHA C OOJIbIIEH MPOTHKEHHOCTHIO
MHTPOHOB: CyMMapHas JJIMHA BCEX UHTPOHOB cocTaBmwia 7726 M.H., a JJIMHA IEPBOTO UHTPOHA
— 2486 n.H.. DTO camblil JJINHHBIN NIEPBBI NHTPOH T'€HA TOPMOHA POCTA U3 BCEX OMMCAHHBIX
cpenu Mo3BOHOYHBIX. HO HECMOTps Ha pa3HUILY B AJUHE, OCHOBAHUS, (DIIAHKUPYIOIINE KOHIIBI
UHTPOHOB, TaKue xe Kak y muekonutaomux: GT Ha 5'-xonne u AG nHa 3'-xonre (Liu et al.,
2016). Jlna mopckoit uepenaxu (Chelonia mydas) (Yasuda et al., 1989), HoBOrBHHEICKOTO
kpokoauna (Crocodylus novaeguineae) (Noso et al., 1995), senenoii uryans (Iguana iguana)
(Avila-Mendoza et al., 2014) u kuraiickoro Tpuonukca (Trionyx sinensis) (Yang et al., 2020)
aBTOPbI MPUBOJIAT TOJIBKO aMUHOKHUCIIOTHBIE MTOCIEA0BATEIbHOCTH TOPMOHA POCTA, MTOTyYEHHBIE
Ha ocHoBe K/IHK.

[To konMuYecTBYy aMMHOKUCIOT TOPMOH pOCTa PENTUIIMN COBMAJAET C TOPMOHOM pOCTa
YeJIOBEKa U IPYTHX MJIECKOMUTAIOMINX. Y BCEX MEPEUNCIECHHBIX BUI0B TOPMOH POCTa COCTOUT U3
190 aMUHOKHUCIOTHBIX OCTaTKOB. CXOJCTBO TOPMOHA pOCTa PENTUIIUM C TOPMOHOM pPOCTa
MJIEKOMTUTAONIUX COCTaBUIO 75—82%; ¢ ropmMoHOM pocT ntull 85—89%; ¢ ropmMoHOM pocTa
kocTHCThIX peIO 33-59% (Yasuda et al., 1989; Noso et al., 1995; Avila-Mendoza et al., 2014;
Liu et al., 2016). Y am¢puOuii aMHUHOKHUCIIOTHAS MOCJICIOBATEIIBHOCTh T'€HA TOPMOHA POCTa
W3BECTHA TOJIBKO JUTS IJ1aKOH ImopiieBoi marymku (Xenopus laevis) (Huang, Brown, 2000) u
nsarymku-obika (Rana catesbeiana) (Kobayashi et al., 1991). V rnankoii minoprieBoi JsSTyIIKA
reH TOpMOH pocta npencrabieH AByms konusmu XGH-A u xGH-B. I'east XxGH-A u xGH-B
KOAMUPYIOT OeNKHU-TIpeAecTBeHHUKH 13 214 1 208 aMUHOKHUCIIOT, cooTBeTCTBEHHO. OHU Ha 77%
UJCHTUYHBI MeXAy co0oi u Ha 60—70% UAEHTUYHBI C MOCIEA0BATEIFHOCTIMUA TOPMOHA POCTA
npyrux BugoB (Huang, Brown 2000). I'opmon pocTta asrymku-Obika cocTouT u3 190

aMUHOKHCIOT U umeeT 69% roMmojorud ¢ TOPMOHOM pocTa MOpckou uepemaxu; 66% c



26
TOPMOHOM pocTa Kypulibl; 61% ¢ ropMoHOM pocta oBLBI U 48% ¢ TOPMOHOM pOCTa YelOBEKa
(Kobayashi et al., 1991).

[losnHasg HykJI€OTHIHAS MOCIIEIOBATENIBHOCTh T€HA TOPMOHA pocTa ObLIa Mody4yeHa s
OJTHOTO M3 CaMbIX JPEBHHUX IMPEICTaBUTENICH MO3BOHOYHBIX — MOpPCKO# muuoru (Petromyzon
marinus) (Kawauchi et al., 2002; Moriyama et al., 2006). 'er ropMoHa pocTa MOPCKOH MUHOTH
SBIIIETCA CaMbIM OOJBIIMM M3 BceX M3BecTHhIX reHoB GH, cocrosmmx W3 msITH 5K30HOB U
yeTelpex UHTpoHOB. [[nuna rena GH coctaBnser 13 604 n.H.. OH BKIIIOYAET KOAUPYIOUIYIO U
peryisTOpHYI0 dacTb. B mpomoTopHON 007aCTM HMMEIOTCS CaWThl  CBSI3bIBAHUS C
TPAHCKPUMIIMOHHBIMU  (aKTOpamu, XapakTepHbiMu g reHoB GH  wmiekonuraromux.
HNudopmanusi, KOTOpYIO KOAUPYIOT KaxkAbIH 3K30H, 1000HA TOH, YTO KOAUPYIOT '€Hbl FOPMOHA
pocta milekonuTaromux u ntuil. [leporit 5k30H Koaupyet S'-HeTpanciaupyemyro obmacts (UTR)
Y [IEpPBbIE TPU AMUHOKHCIIOTHI CHTHAIBHOTO IENTH/1a; BTOPOI SK30H KOJIUPYET OCTATbHYIO YacTh
CUTHaNBHOTO nentuaa U N-koHell (34 aMHUHOKHUCTIOTHI) 3pesioro Oenka. DK30HbI TPU U YEThIPe
KOIUPYIOT 42 u 44 aMUHOKHUCIIOTBI 3PEJIOr0 TOPMOHA POCTA COOTBETCTBEHHO, A MATHIA 3K30H
Koaupyer 61 amuHOKMcnoTy W 3'-HeTpaHciupyemyko o0mactb. Bce derbipe HHTpoHa
HaunHatoTcs ¢ auHykieotuna GT u 3akaHumBaroTca Hykieotuaamu AQG, Kak M Ha KOHIAX
uHTpOHOB B reHe GH mutexonuraromux. Cunraercs,, 4T0 MMEHHO I'€H TOPMOHA POCTa, KOTOPBIN
ObUT OOHApPY’KEH B TEHOME OECUEITIOCTHBIX, MOXKET SIBISATHCS MPEALIECTBEHHUKOM I'eéHa TOPMOHA
pocTa, KOTOpBIM BCTpeyaeTcsl y APYyrux Oojee 3BOJIIOLMUOHHO MPOJIBUHYTHIX MO3BOHOYHBIX
*)UBOTHBIX (Moriyama et al., 2006).

AHanor reHa ropMoHa pocTa TO3BOHOYHBIX YJAJIOCh OOHApyXHUTh JaXe B TE€HOME
JaHLeTHUKA. J[olroe BpeMs CUUTaNOCh, UTO Y OeCuepernHbIX OTCYTCTBYIOT T€HBI, KOAUPYIOIIUE
runo¢pu3apHbple TOPMOHBI (TOPMOH pOCTa, MPOJAKTUH, AJCHOKOPTUKOTPOIHBIE TOPMOHBI)
(Holland et al., 2008), ognaxo Jlu ¢ coaBropamu (Li et al., 2014) mokazanu, 4To y JaHIIETHUKA
(Branchiostoma japonicum) mpucyTCTBYeT TOPMOH IOJOOHBI TOPMOHY pOCTa TO3BOHOYHBIX
(GH-like hormone), KOTOpBIi sBIsETCS (YHKIMOHAIBHBIM. [ OPMOH pocTa JIAaHIIETHHKA
criocoOeH CBsI3bIBaThCS ¢ perentopoMm ropmona pocta (GHR), crumymnupoBate skcmpeccuio
uHCYIMH-TIoo0HOor0 (aktopa pocta (IGF), yBennuumBath CKOpOCTh pOCTa M HCIHPABISATh
nedextsl Mopdorenesa y smMOpuoHOB maHuo-pepuo (Danio rerio), BeI3BaHHBIC HEXBATKOMH

ropmoHa pocra. [locnenoBarensnocts KIHK ropmona pocra nannernuka coctout u3 1646 m.H.,
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U3 KOTOpBIX 627 I.H. INPHUXOAATCS Ha OTKPBITYI0 paMKy cuuTbiBaHus, a 1019 m.H. Ha
3'-Hetpancnupyemyto obiactb. benok cocrout uz 208 amuHokucnot u Ha 14,5% uneHtudeH
JPYTMM M3BECTHBIM TOPMOHAaM pOCTa, TPETHUYHAas CTPYKTypa Oenka OJM3Ka TPETHUYHOU
CTPYKTyp€ TOPMOHA pOCTa YesioBeKa. AHAJIOTOB MPOJIAKTHHA UM COMATOJIAKTUHA Y JIAaHIIETHUKA
oOHapy»keHO He ObUI0. DTO J1aeT OCHOBAHUS CUUTATh, YTO MOCIEA0BATEILHOCTh T'€HA TOPMOHA
pocta SBISIETCSl TPEIIISCTBEHHUKOM JJIi OCTaJbHBIX TE€HOB CEMEWCTBA: TMPOJIAKTUHA U

comaronaktuHa (Li et al., 2014).
1.3. CTpYKTYypa reHOoB ropMoOHAa PocTa pbId

['eH ropMoOHa pocTa XpAIICBBIX PBIO HE OTIIMYACTCS OT I'CHOB OOJIBIIIMHCTBA TO3BOHOYHBIX
KUBOTHBIX. HyKJI€OTHIHAsI 1 aMUHOKHCIIOTHASI TIOCIICOBATEILHOCTH MOJyYCHBI JIJIsl KaTpaHa
(Squalus acanthias) (Moriyama et al., 2008) u GosbImioii roay6oii akynsr (Prionace glauca)
(Yamaguchi et al., 1989). I'en ropmoHa pocTa KaTpaHa COCTOMT M3 IISITH K30HOB U YETHIPEX
WHTPOHOB, KOJIMYECTBO AaMHHOKHUCIIOT, KOTOPBIC KOIUPYET KaXK/IbIH 9K30H, TAKOE KE KaK Y MTHII,
MIICKOIIMTAIOIIUX M  KOCTUCTBIX pbi0. Ha oCHOBaHMHM CpaBHHTENBHOTO — aHAJH3a
aMHUHOKHCJIOTHBIX MocleaoBaTeibHocTelr aBTopel (Moriyama et al., 2008) mokazanu, 4To
TOPMOH POCTa KaTpaHa M O0MbINON Toay0oi akybl OJMKe K 4eTBEPOHOTUM, YeM K KOCTUCTBIM
ppibaM. CTeneHb TOMOJIOTMM C YETBEPOHOTMMHU >KMBOTHBIMU cocTaBisieT 47-68%, c
KOCTUCTBIMU pblOamMu 37-52%, cooTBeTcTBeHHO. Takoe pazianuue MexAy XpAIIEBBIMH U
KOCTUCTBIMH PBHIOaMHU YKa3bIBAaCT Ha OBICTPYIO MOJEKYISIPHYIO BOJIOIMIO TeHAa TOPMOHA POCTa
KOCTUCTBIX PBIO B CPAaBHCHUU C JAPYTHMMH TPYIIIAMH TO3BOHOYHBIX, Y KOTOPBIX IBOJIONHUS I'CHA
ropMOHa pocTa IpoTekasia ropasao MeaienHee (Yamaguchi et al., 1989; Moriyama et al., 2008).
JlaHHBIC, TOJTYYCHHBIC MO XPSIMICBBIM PbIOAM, MOJITBEPXKIAIOT, YTO CTPYKTypa T'€Ha rOpPMOHA
pOCTa KOHCEpBAaTHBHA M COXPAHSETCS HA MPOTSHKCHUU IBOJIONHUN OOJBIINHCTBA MTO3BOHOYHBIX
KHUBOTHBIX. CUMTACTCS, YTO TCH, COCTOSIIHIA U3 MATH 3K30HOB M YETHIPEX WHTPOHOB, OTPAXKACT
CTPYKTYpY T'€Ha-TPEAIICCTBEHHUKA, KOTOPBIN J1ajl HA4alo COBPEMEHHBIM I'€HAaM FrOPMOHA POCTa
(Moriyama et al., 2006). OgHako, cpean KOCTUCTBIX PBIO BCTPEYAIOTCS BHIBI, Y KOTOPHIX B
COCTaBE I'eHA MMEIOTCS JIOTIOJHUTEIIBHBIC CTPYKTYPHBIC DJIEMCHTHI.

Cpenu KOCTHCTBIX PHIO MOKHO BBIJICIIUTH LIENBIE OTPSIbI, Y KOTOPBIX UMEETCS elle OJIuH

HHTPOH, U COOTBCTCTBCHHO — CIIC OIMWH 3K30H, U HA OCHOBAHHWUN HAJIWYUA HIIHN OTCYTCTBHUA
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JIOTIOJIHUTENILHOIO MHTPOHA T€Hbl TOPMOHA POCTa PbIO MO CBOEH CTPYKType MOTYT OBbITh
paszenensl Ha 1Be rpyimnsl (Moriyama et al., 2006). K epBoii rpyrimne OTHOCATCS TeHBI, KOTOPBIE
COOTBETCTBYIOT T'€HaM MJICKOMHUTAIONMIUX U MTHUIl, U COCTOST M3 MATH 3K30HOB U YETHIPEX
UHTPOHOB. ['€H ¢ Takol CTPYKTypoO#l BCTpedaeTcs y MpeAcTaBUTENEH OTPsIIOB KaprmooOpa3HbIX
(Cypriniformes) (Chiou et al., 1990; Hong, Schartl, 1993; Panicz et al., 2012) u comoo0pa3HbIX
(Siluriformes) (Sekar et al., 2014). Ko Bropoi#f rpymme OTHOCATCA T€HBI, B KOTOPBIX
MPUCYTCTBYET MATHIN JOMOJHUTEIBHBIN UHTPOH, U COCTOST OHU YK€ U3 IIECTH K30HOB U ISTH
UHTPOHOB. Takoil reH TOpMOHa pocTa BCTpeUaeTcs y MpeACcTaBUTENeH OTPsII0B JIOCOCE00pa3HBIX
(Salmoniformes) (Devlin, 1993; Du et al., 1993), okyneoOpa3ubix (Perciformes),
urnobproxoobpasubix (Tetraodontiformes) (Venkatesh, Brenner, 1997), xkambanooOpa3HbIX
(Pleuronectiformes) (Tanaka et al., 1995), uuxmnooopasusix (Cichliformes) (Ber, Daniel, 1992),
ctaBpuaoo0pa3usix (Carangiformes) (Ohkubo et al., 1996; Almuly et al., 2000). Cpeau reHos,
KOTOpbIE MMEIOT JIOTIONHUTENbHBIA HMHTPOH MOXKHO BBIJEIHUTH BHJIBI C HEOOJBIIUM TSTHIM
MHTpOHOM WHHOW 70—100 1.H. U BHABI, Y KOTOPBIX pa3Mep MSATOrO MHTPOHA BapbUPYET B
npeaenax or 200 go 600 m.H.. KOpOoTKuMii MHTPOH BCTpEUYaeTcs y HWIbCKONH THIISIIUU
(Oreochromis niloticus) (Ber, Daniel, 1992), asuarckoro napanuxta (Paralichthys olivaceus)
(Tanaka et al., 1995) u xenToxBocta (Seriola quinqueradiata) (Almuly et al., 2000), a uHTpOHBI
mmrHOM 6oJee 200 1.H. omMcaHbl B TeHaX TOPMOHA pocTa JiococeoOpa3HbIX poI0 (Salmoniformes)
(Yang et al., 1997). Ocraercss moka HESCHBIM, MPOU3OIICT JIU AT WHTPOH, KOTOPBIA
BCTpEUYaeTCsl B TEHE TOPMOHA POCTa THIISIIHH U JIOCOCEO0Pa3HBIX OT OJTHOM U TOM Ke MPEKOBOM
MOCJIEIOBATEILHOCTH, WJIM BO3HUK HE3aBUCHUMO B Pa3HbIX oTpsaax. CpaBHEHUE HYKIICOTUIHBIX
MOCJIEIOBATENILHOCTEN MATOr0 UHTPOHA T€HAa TOPMOHA POCTa TWIISANHUHU U JIOCOCEBBIX MOKA3aj10
(Yang et al., 1997), uto mociie/10BaTeIbHOCTH UMEIOT OYCHb HU3KYIO CTCIICHb TOMOJIOTHU. JTH
pe3yJbTaThl YKa3bIBAOT Ha TO, YTO ATH JBa TUIIA UHTPOHOB, BO3MOXHO, SBOJIOIIHOHUPOBAIIU U3
pa3HBIX TIPEAKOBBIX IIOCIEIOBATEIBHOCTEH B pe3yibTaTe COOBITHH WHCEpIHH (BCTaBOK)
MOCJIEZIOBATENIbHOCTE B I'€H, KOTOpPbIE MPOU3OILIM He3aBUCUMO Jpyr oT apyra (Yang et al.,
1997).

['ensr TopMoHa pocTa prid 007a4aI0T TOCTATOYHO BHICOKUM YPOBHEM M3MEHUYUBOCTH T10
muHe. PazMep reHoB ropmoHa pocTta y pel0 MOMKET BapbUpPOBATh B JIOCTATOYHO IIMPOKHUX

npenenax: ot 1,6 T.m.H. y nareca (Lates calcarifer) (Almuly et al., 2000) no Gonee yem 4 T.11.H.
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y xxenToxBocrta (S. quinqueradiata) (Almuly et al., 2000), yto B 1Ba pa3a 00JIbIIIE TEHOB TOPMOHA
pOCTa MIIEKOIUTAIONINX, KOTOPBIE SIBJISIOTCS KOHCEPBATUBHBIMU U UX pa3Mep HE MPEBBINIAET
2 1.1.H. (Chen et al., 1989; Ryynénen, Primmer, 2006). OqHako cpaBHEHHE T€HOB TOPMOHA pOCTa
pany:kHoit hopenu u yemoseka mokaseiBacT (Chen et al., 1989), uro nepBbie yeThIpe 3K30Ha T'eHa
paay>kHOU (popenu rOMOJIOTUYHBI IK30HAM IF'€Ha TOPMOHA pOCTa YeIoBeKa. A MOCIETHUHN, MSTHINA
9K30H, B T€HE TOPMOHA POCTa 4YeIOBeKa HKBHBaJTeHTEH dk30HaM V u VI rena ropmona pocra
pangyxkHoi Qopenu. U Takas pasHuila B pa3Mepax MOXKET OBbITh O0O0YCIOBJIEHA HE TOJBKO
NPUCYTCTBUEM JOTOJTHUTEILHOTO HWHTPOHA B TIeHaX TOpPMOHA pOCTa y MpeJcTaBUTENeH
HEKOTOPBIX OTPSJOB PbIO, HO M HAJTUYMEM TaHJEMHBIX MTOBTOPOB Pa3JIMYHON JUIMHBI, a TaKXKe
BO3MOXXHBIX MHCEpUMH win feneuuil. Hanpumep, y npeacraButeneil orpsaa KaprnooOpa3HbIX
(Cypriniformes) 1 MJIIEKOTIUTAIOIINUX KOJIHMYECTBO HK30HOB U HHTPOHOB OJMHAKOBOE (5 IK30HOB
u 4 uaTpoHa). OqHAKO pa3Mep UHTPOHOB U 3'-HETPAHCIUPYEMBIX 00JIACTEH Y KapmoBBIX PBIO
OoJbllle, YeM y MIICKOMHUTAOMMX. Y pbi0 B cpeaHem 3'-HeTpaHcaupyemasi o0JacTh JJTUHOM
okoso 500 m.H., a y MiaekonuTammmx 1 ntuil okoyio 100 m.H.. JIuHBI IEpBOro, TPETHETO U
YEeTBEPTOTO UHTPOHOB B I'€HE JIOCOCEBBIX PHIO OOJIBIIIE HHTPOHOB B 'eéHE MJICKOMUTAIOIINX B 2—
2,5 paza (Zhu et al., 1992; Hong, Schartl, 1993).

Y oypoit ¢pyry (Fugu rubripes) mimuna mepBoro WHTpoHa cocrtaBisieT 608 M.H., OH B
HECKOJIBKO pa3 OOJIbIIe, YeM MEePBbIii HHTPOH B reHaX TOPMOHA pocTa Apyrux peid. CBsi3aHO 3TO
C HaJIMYMEM CATEJUINTHON IMOCJIEI0BATENIBHOCTHA JUIMHHON 438 I.H., COCTOSIIEN U3 JIEMEHTOB
mmHoi 42 n.H. (TACCTGAGGCTGAATCCACTGTCTTCCTACCTGTCTAACCCT), n ux
¢dparmenToB. Takoii MOBTOp HE OBLT HAlICH B UHTPOHAX TeHa TOPMOHA POCTa IPYTHX KOCTHUCTHIX
pbeI0 U, cornacHo aBropam (Venkatesh, Brenner, 1997), sta BctaBka B mepBblii HHTPOH Oypoit
¢yry (F. rubripes) nponsomnnia He Tak JaBHO. Bo BTOPOM U MATOM HHTPOHE T'eéHa TOPMOHA pOCTa
oypoit ¢yry (F. rubripes) Bcrpeuatorcs terpanykiacotuanbie (CTGT)2s u TpUHYKICOTHIHBIC
noBTOpel (GAT)79, COOTBETCTBEHHO. YKOPOYEHHBI BapHaHT TPUHYKJIEOTHUIHOTO IOBTOPA
obHapy»xeH B isiTom nHTpoHe Trisiuu (Oreochromis niloticus) (Ber, Daniel, 1992), asuarckoro
napanuxta (P. olivaceus) (Tanaka et al., 1995) u nareca (L. calcarifer) (Almuly et al., 2000).
Bekanrerr u Bpenep cunrarot (Venkatesh, Brenner, 1997), uto 3TOT MUHUCATEIUTUTHBIA TOBTOP
IPUCYTCTBOBAI B IISITOM HHTPOHE y 0011ero mpenka urnooproxoodpasusix (Tetraodontiformes),

kambanoo0Opasubix (Pleuronectiformes) u okyneoOpaszusix (Perciformes).
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[ToBTOPHI pa3nmU4HON ATUHBI BCTPEYAIOTCS B MHTPOHAX I'eHa TOPMOHA POCTa JOPAIbI
(Sparus aurata) (Almuly et al., 2000). Munucare/UIMTHBIE TOBTOPHI, cocTosimue u3 17 u 22
HYKJICOTHIOB, MO’KHO OOHAPY>KUTh B TIEPBOM M TPETbEM MHTPOHE COOTBETCTBEHHO. Paznmunbie
MUKPOCATEIUTHBIE TOBTOPHI U3 IU-, TPU- U TETPAHYKJICOTHI0B BCTPEUYAIOTCS BO BCEX MHTPOHAX
C MepBOro Mo NATHIA. VHBEpTHpPOBAaHHBIE TMOBTOPHI, BXOMAAIINE B COCTaB BTOPOTO HHTPOHA
yBEIMYMBAIOT ero pasmep a0 1747 m.u. (Almuly et al., 2000).

Cpenu pbIO MOKHO BCTPETUTH IPUMEPHI, KOT/Ia pa3Mep TeHa TOPMOHA POCTa H3MEHSIETCS
HE TOJIBKO 3a CUET MHCEPIUI U yBEJIMUYEHHUS YUCIa TIOBTOPOB, HO U 3a CUeT Jeneuuid. Y psi0 u3
poja nadeo (Labeo) ren ropmona pocta otauvaercs y pa3usix BuaoB (Rajesh, Majumdar, 2007).
CBs13aHO ATO ¢ HEOOIBITUMU ACTEIHSIMH, KOTOPBIE 3aTPOHYIIH HE TOJIEKO HHTPOHBI, HO U 9K30HBI.
JlnnHa TpaHCKpHUIITa y BceX BUIOB pojia 1adeo (Labeo) cocrapnser 630 m.H. (210 aMHUHOKHCIIOT),
UCKJIoUeHne coctapisieT poxy (Labeo rohita), y xotoporo m3-3a generun 9 HyKICOTHIOB B
YEeTBEPTOM 3K30HE JJIMHA TPAHCKPHUIITA COKpatuiack A0 621 m.H., yto coorBercTBYyeT 207
aMUHOKHCIO0TaM. M3 9eThIpeX HHTPOHOB TOJIBKO TPETUH HHTPOH JIEMOHCTPHUPYET H3MEHUYUBOCTD
Mexay BugamMu (0T 1069 mo 1255 1m.H.), U CBA3BIBAIOT 3TO TAKXKE C HEOOJNBIIUMH JCIICIHAMU
(Rajesh, Majumdar, 2007).

PazHoe KONMMYECTBO MHTPOHOB, WX BapHaOeIbHOCTh, MPUCYTCTBHE TMOBTOPSIOIIUXCS
MOCJIeI0OBAaTEIbHOCTEH B T'€HE, MOTYT CIY>KUTh €CTECTBEHHBIM MapKepoM i MOHMMaHUs
IBOJIIOIMOHHBIX B3aMMOOTHOIICHUH B Pa3IMYHBIX TPYIMaxX KOCTUCTHIX PbIO. [IsATHIN MHTpOH,
KOTOPBIH HPUCYTCTBYET Yy NPEJACTABUTEICH HEKOTOPBIX OTPSIOB KOCTHCTBIX PBIO, NEIUT HUX
¢dunorenernueckoe nepeBo Ha ase rpynmbl (Venkatesh, Brenner, 1997). K mnepsoii rpymme
otHocutcs Hanotpsa KoctHomysbeipubie (Ostariophysi); k HeMy MpHHaATIEKAT KaprnooOpa3HbIe
U cOMOOOpa3HbIe, y KOTOPBIX B COCTaBE T'€Ha TOPMOHA POCTa BCETO YEThIpe MHTpOHA. Bropas
rpymnna BKJIIO4aeT B ceOs HaAoTpsaAbl npoTtonyuenepbix (Protacanthopterygii) u konroyenepbix
(Acanthopterygii), KOTOpble UMEIOT 001IIee MPOUCXOKIEHUE, U B COCTaBE T€Ha TOPMOHA POCTa
NPUCYTCTBYET TATHIH WMHTPOH. [lOCKONBKY B JMHHHM, BEOyNIEH K YETBEPOHOTHM, KOTOpas
JTMBEPrHpOBaJia OT KOCTUCTBIX PBIO B Hayaje JBOJIOLMHU, T€H TOPMOHA POCTAa MMEET TOJIBKO
4eThIpe MHTPOHA, TO, BO3MOKHO, YTO IATHIA WHTPOH OBLI MO0 MPUOOPETEH OOIIUM MPETKOM
npotonydenepsix (Protacanthopterygii) u komouenepsix (Acanthopterygii) mocne otaenenus

KocTHOMY3bIpHBIX (Ostariophysi), 1100 MATHI HHTPOH NPUCYTCTBOBAN y OOIIETO MpenKa U ObuI
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yTepsiH B JUHHUM BeAyleil kK kocTHommy3slpHBIM (Ostariophysi) n gerBeponorum (Venkatesh,
Brenner, 1997). Eme ogHuM apryMeHTOM B TIOJIb3Y TaKOM TEOPUU CTajdu pPE3yNbTaThl,
nonydeHHble Pamxemem u Mamxymaapoit (Rajesh, Majumdar, 2007). ABTopbl aHAJIM3UPOBATIN
k/IHK ropmoHna pocra pa3nu4HbIX BUIOB peI0 1 nokazanu (Rajesh, Majumdar, 2007), uto BubI,
y KOTOPBIX KOJIMYECTBO FK30HOB M MHTPOHOB B I'€HE OJJUHAKOBOE, KJIaCTEpU3yIOTCs BMecTe. Tak
BU/IbI, KOTOPBIE OTHOCSITCS K OTpAZIaM JIOCOCE0Opa3HbIX, OKYHEOOpa3HbIX U KaMOanooOpa3HbIX
00BEIMHSIINCH OTACTBPHO OT BHJOB, KOTOPBIE MPHHAICKAIN OTPAJaM KaprmooOpasHBIX W
COMOOOpPa3HBIX.

AHanM3 MUKPOCATEJUTUTHBIX MOCIIEI0BATEIHHOCTEN, KOTOPhIE BCTPEYAIOTCSI B MHTPOHAX
reHa TOPMOHA pocTa pbIO, TAKIKE MOXKET YKa3bIBaTh Ha P (GUIOreHETHYECKMX 0COOEHHOCTEH.
Hampumep, B 4eTBepTOM MHTPOHE T'eHa ropMoHa pocta mykoBbix (Esocidae) mpucyrcTByer
MHUHUCATEIUIMTHBIA OBTOP JIMHOM 33 HYKJIEOTH/IA, KOJTUYECTBO €r0 KOMUI BapbUpPyeT OT 7 110
16 cpenu pa3nuuHbBIX BUIOB IyKOBbIX (Barnett et al., 2007). neHTruHas mociaea0BaTeIbHOCTD
NPUCYTCTBYET U B T€HE TOPMOHA POCTA JIOCOCEBHBIX, HO TOJIBKO B €AMHUIHON KOTHU. ITO MOKET
yKa3bIBaTh Ha MPUCYTCTBHUE TAKOM MOCIIE0OBATEIBHOCTH y OOIIETO MPEeKa U YBEIHMUEHHE KOTHMA
ITOM MOCIIEIOBATEIFHOCTH Y IIIYKOBBIX TIOCIIE JUBEPIeHIIMU IIIYKOBBIX U JIococeBbIx (Barnett et
al., 2007).

VY KOCTUCTBIX PBIO T€HbI TOPMOHA POCTa OTJIMYAIOTCS HE TOJBKO CBOMMHU pa3MepamH,
KOTOpBIE BaphUPYIOT MEXKAY pa3IMYHBIMA OTpAJaMH, HO ¥ KOJHYECTBOM T'€HOB,
npeJCTaBIeHHBIX B reHoMe. Cpeu pbI0 BCTpEeUyaroTCsl MPEACTaBUTENH, Y KOTOPBIX T'€H TOPMOHA
pocTa, KaKk M 'y O0JBIIMHCTBA MIEKONUTAIOUINX, TPEICTAaBIEH OJHOM Konuel. OHa Konus reHa
ropMoHa pocta Oblna HaiieHa y Oypoit gyry (F. rubripes) (Venkatesh, Brenner, 1997), nopaasrt
(S. aurata) (Almuly et al., 2000), y uccnenoBanHbix BHI0B poja jadeo (Labeo) (Rajesh,
Majumdar, 2007), u y HEKOTOPBIX TNpEACTaBUTEICH KapmooOpa3HbIX: Oenoro amypa
(Ctenophavyngodon idellus) (Zhu et al., 1992) u 6enoro tosncromoduka (Hypophthalmichthys
molitrix) (Hong, Schartl, 1993).

B reHomax ocTanbHBIX HCCIEAOBAHHBIX BHJIOB PHIO0 T€H TOPMOHA POCTa IMPEICTaBICH
JIBYMsI HECBSI3aHHBIMH MapaJIoriuHbiMU reHaMu ghl u gh2. J[Ba reHa oOHaApy»KEHO y THIISAITUU
(O. niloticus) (Ber, Daniel, 1992). JIBe konuu reHa THISIIAA UMEIOT OJUHAKOBYIO CTPYKTYPY

(5 wHTPOHOB, 6 5K30HOB) W 00€ KOMWHU SIBISIFOTCS (DYHKIIMOHAJIBHBIMH, MOCKOJBKY OBLIO
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MOKA3aHO, YTO OHU KOJUPYIOT OJMHAKOBYIO OEIKOBYIO IOCIENOBaTeIbHOCTh. Cpenn
KaprooOpa3HbIX BCTPEUAIOTCS BUIIBI C ABYMSI KOTIHMSIMU T'eHa TopMoHa pocta. [1o aBe komnwu rena
UMCIOT BCe BHUBI ceMelicTBa uykydaHoBble (Catostomidae) (Bart et al., 2010) u HekoTophie
npeacTaBuTe M cemeiicTBa kKaprobix (Choi et al., 1990). ¥V GonbiirHCTBA TI0COCE0OPa3HBIX TCH
rOpMOHa pocTa TaKxke rnpeacranieH apyMs konusmu (Male et al., 1992; Devlin, 1993; Du et al.,
1993; ITanbkoBa u ap., 2017). YBennucHHe YMClIa TCHOB CBSI3aHO C IOJIHOM AyIUTHKAIHei
TeHOMa, B PE3yJIbTaTe KOTOPO, HEKOTOPHIC M3 BUIOB CTAJIM TETPATUIOUIHBIMU, U B KX TEHOME
MPUCYTCTBYET TI0 JIBE KOITMU I'eHa TOPMOHA POCTA, a T€ BUIBI, KOTOPBIC COXPAHIIIN TUTUION THBIH
IeHOM, MMCIOT OJIHY KOIIHIO TeHa ropMoHa pocTta (Zhu et al., 1992; Bart et al., 2010).

Y  J10coceBBIX,  KOTOpbIE€  MPEACTABISAIOT  COOOM  YHUKAJNbHBIA  Ciydaii
aBTOTeTparuionan3anuu 25—100 MUJUTHOHOB JIET Ha3aj, 00a reHa CYIIeCTBYIOT Ha MPOTSKCHUN
BCEr0 BpEMEHH JMBEpreHnnu BuaoB B atoii rpymme (Allendorf, Thorgaard, 1984). [To nBe komuu
reHa TOpPMOHA pOCTa OBbUTM WACHTU(QUIIMPOBAHBI B T'CHOME OCHOBHBIX IIPEACTABUTEIICH
cemeiictBa jococeBbix (Salmonidae): atmantudeckoro sococs (Salmo salar) (Johansen et al.,
1989; Male et al., 1992), nepxu (Oncorhynchus nerka) (Devlin, 1993), ketst (Oncorhynchus
keta) (Kawauchi et al., 1986), kmwxyua (Oncorhynchus kisutch) (Forbes et al., 1994), paxyxHoi
dopenu mwu mukmku (Oncorhynchus mykiss) (Agellon et al., 1988), wassrau (Oncorhynchus
tshawytscha) (Du et al., 1993), y yetbipex BuoB rosbioB poja Salvelinus: ceBepHoit MabMBI
(S. malma), roxHoit Maibemsl (S. curilus), romsia Jleanumosa (S. levanidovi), roneia Tapania
(S. taranetzi) (ITaapkoBa u ap., 2017). Y Bcex UcclieIOBaHHBIX BUAOB 00a 'eHa COCTOSIT U3 IIECTH
DK30HOB W IISITH WHTPOHOB. ['paHUIBI 3K30HOB C HMHTPOHAMH (JIAHKHPOBAHBI TAKHUMH KE
KOHCEHCYCHBIMHU TIOCIIEJIOBATEIILHOCTSIMU, KaK M Y OCTaJIbHBIX MO3BOHOYHBIX KHUBOTHBIX: HA
5'-xonnax uHTpoHOB — GT, a Ha 3'-koHuax — AG. Pazmep 3K30HOB JIByX I€HOB Yy BCEX BHUJOB
JIOCOCEBBIX UJICHTHYCH M cocTaBiseT 74 nm.H., 140 m.H., 117 m.H., 156 n.H., 147 1.H. u 63 1.H. 11
|-V 3x30H0B cooTBeTcTBeHHO (Agellon, Chen, 1986; Male et al., 1992; Du et al., 1993; Devlin,
1993; TlanbkoBa u Ap., 2017). UHTpOHBI B reHaX rOPMOHA POCTa JIOCOCEBBIX OTIMYAIOTCS MO
cBoemy pazmepy. OTauumsi 3TH CBsI3aHBI C TMPUCYTCTBHEM HWHCEPIUN W JENeIUil BHYTPH
MOCJIC/IOBATEIILHOCTEH MHTPOHOB. M3-3a pa3HOW JUIMHBI WHTPOHOB BapbHUpPYET pa3Mep I'€HOB
TrOPMOHA POCTa KaK CPe Pa3HbIX BHUIOB JIOCOCEBBIX, TAK M MEXIY JBYMs KONHsIMH reHa gh

oxHoro Buna. Matpon C B reHax ghl THXOOKEaHCKOTO U aTJIAHTHYECKOT'O JIOCOCS OOJIbIIe, YeM
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uHTpoH C B reHax gh2 y stux Bunos. Jnuaa uatpona C B rere ghl cocraisier mpumepHo 700—
800 m.H., a ymHa uatpoHa C B renax gh2 cocrasmset 450-500 m.H., coorBeTcTBeHHO (Male et
al., 1992; Yang et al., 1997). V npeacraButeneii poga Oncorhynchus (tTuxookeaHckue JTIOCOCH)
aThlil HHTPOH E B rere ghl B Heckonbko pa3 6ombiie (~ 600 1m.H.), uem B rere gh2 (~200-250
n.H.) (Devlin, 1993).

Jleneuuu pa3Hoi JUIMHBI ObUTH OOHAPYKEHBI B TPEThEM M YETBEPTOM MHTPOHAX B T€HAX
rOpMOHa POCTa HEKOTOPBIX BHIOB JiococeBbixX (I[lanbkoBa u ap., 2013). B rere ghl, B uHTpOHE
C y roasros Salvelinus curilus u Salvelinus fontinalis oonapy»xeHa aenenus u3 6 HyKJI€OTHIOB
(GTCTAC) y octanbHbIX TOJIBIIOB poja Salvelinus mpucyTcTBYIOT ABE TaHAEMHBIC KOITHH 3TOTO
yuyactka. Eme onmna nemenus pasmepom 9 nykiieotunoB (ATCACAATC) npucyTcTByeT B
untpone C y Salvelinus namaycush. Ykopodennsriii Bapuant takoi aenernun (ACAATC) Obut
obonapyxern y O. nerka u O. tshawytscha. B uatpone D rena ghl y Salvelinus leucomaenis
JBaX bl MOBTOpsieTcs nocienoarenbHOCcTh U3 11 HykieotnnoB (CAGTGACATGA), kotopas
y OCTaJIbHBIX JIOCOCEBHBIX IMPEACTaBIICHA ¢AMHCTBeHHON Komuei. B Tpethem uHTpOHE (C) rena
gh2 y armantudeckoro sococs (S. salar), wepku (O. nerka), waBerum (O. tshawytscha) u
S. leucomaenis obu1a oOHapykeHa Aenerus pazmMepoM 167 m.H.. [TogoO0HbIe BCTaBKHU U JICICIIAN
MPHUCYTCTBYIOT BO BCEX MHTPOHAX KPOME BTOPOTO, €T0 JUTHHA B 00EUX KOIUSX TeHA OJIMHAKOBAS
(ITanbkoBa u ap., 2013).

Takue pa3nmuuus, KOTOPBIE BCTPEYAOTCS B HEKOJIUPYIOIIUX ITOCIIEIOBATEIBHOCTIX
MEXTy JBYMS KOMUSMU T'€HOB TOPMOHA POCTA, MO3BOJISIOT MCIIOIb30BATh UHTPOHBI B KAUECTBE
MapKEepOB ISl OIICHKU (PUIIOTCHETHYECKUX MEXPOJOBBIX U MEKBHUIOBBIX OTHOIICHUW BHYTPH
ceMeicTBa. AHAIM3 MOCIEI0BATEIFHOCTE HHTPOHOB TO3BOJIET OLEHUTH TEMIT 3BOJIOLUUA H
neiicTBrue 0TOOpa Ha TeHBI, KOTOPHIE BO3HUKIIN B pe3yibTare Myruukani. OumoreneTnyeckuii
aHaJIU3 WHTPOHOB TI'e€HAa TOPMOHA POCTa HCIOJB30BAJCSA IS HM3YYEHUS BHYTPHUBHJIOBBIX
OTHOIIICHHH THXOOKEaHCKHUX jococei u rojbio (Devlin, 1993; McKay et al., 1996; Westrich et
al., 2002; TTanbkoBa u ap., 2013). Ha ocHoBanuu ¢unoreneTuueckoro anaiausa uHtpoHos C u D
reroB ghl u gh2 Obutn mokaszaHbl cecTpHHCKHE OTHOMICHUS Mexay poxamu Oncorhynchus u
Salvelinus, a me w™exay Salmo wu Oncorhynchus, kak o0Xumagoch IO aHAJIOTHH C

mopdonornueckumu ganabiME (Oakley, Phillips, 1999; Phillips et al., 2004).
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draHKMpyIONMEe 00JIACTH JABYX T'€HOB T'OPMOHA POCTa, TAaKKe, KaK U WHTPOHBI MEHEe
KOHCEPBATUBHBI M JICMOHCTPHPYIOT HU3KHI ypoBeHb romosioruu. I'ensr ghl u gh2 pamyxHoii
¢openn umeror 78,6% u 89,2% romonmorum B 3'- u S'-HeTpaHCIUpyeMbIX 00JACTIX
COOTBETCTBEHHO, MO cpaBHEHUIO ¢ 96,8% romonoruu B kogupyromux obiactsx (Chen et al.,
1989). Ananu3 reHoB ropmona poctra Hepku (Delvin, 1993) moka3zan, 4To HEKOIUPYIOIIHE
0o0JacTy NIByX T'€HOB CYIIECTBEHHO OTJIMYAIOTCSA, 3TO MOXKET OBITh CBA3aHO C HEOOJIBIINM
TEHETHYECKIUM OOMEHOM MKy TBYMS TCHAMH.

Paznuuus Bo QuiaHkupyromux 00IacTsIX ABYX KON T€HOB MOTYT OTPa)KaThCsl HA YPOBHE
ux sKkcnpeccuu. SHr ¢ coaBropamu (Yang et al., 1997) mokaszamu, uto rensl ghl m gh2
HEPaBHOMEPHO JIKCIPECCUPYIOTCS B TUMOGU3E PO Pa3HOro mojia U pbhlO, HAXOASIIUXCS Ha
pa3HBbIX CTAAMSIX PA3BUTHA. Y NIECATUTHEBHBIX MAJbKOB M JIBYXJIETHUX caMOK ypoBeHb MPHK
ghl 6bu1 3amMeTHO BhIIIE, YeM ypoBeHb MPHK gh2. OgHako y camiioB Toro e Bo3pacta TakKux
pa3auuuii B AKCIPECCUU HE HAOMIOAAOCh. ABTOpPHI CBS3BIBAIOT Oo0Jiee BBICOKUN YPOBEHD
skcnpeccuu reHa Qhl y camok ¢ mpucyrctBuem B uHTpoHe C rena ghl sctporen-
gyyBcTBUTENBHOTO 3eMeHTa (ERE), kotopsiit otcyrcTByer B mHTpoHe C rena gh2 (Yang et al.,
1997).

[TomuMo ABYX KOIMHUI reHOB TOpPMOHA pocTa, B reHoMe Kmxkyda (Oncorhynchus kisutch)
(Forbes et al., 1994), cumbr (O. masou) (Nakayama et al., 1999) u gaBbum (O. tshawytscha)
(Du et al., 1993) Gbi1a 0oOHapy»keHa ellle OJHa KOMHUS T'eHa, KOTopasl 0OKa3ajgach OYCHb MOX0Ka
Ha TeH g2 1 HaxoauTCs B MOJI0BOH Y-XpomocoMe. B manbHeitem aBTopsl yctanoBuiu (Du et
al., 1993; Forbes et al., 1994), uyto naHHBIN T'eH SBISETCS MCEBJIOICHOM IeHa TOPMOHA pOCTa
(ghy). Pe3ynbTaThl MOKA3ajM, 4TO I'eH HE ABISAETCS (YHKIIMOHAIBHBIM U, BEPOSTHO, TPOUCXOIUT
ot reHa gh2. OTcyTcTBHE B reHe YacTH MSITOr0 SK30HA M MSATOr0 HHTPOHA, HAJIMYKE CTOI-KOJ0HA
B IISITOM SK30HE M HEMPABWJIBHOTO CalTa CILIACHHTA Ha TPaHUIIE TEPBOTO UHTPOHA U BTOPOTO
HK30HA YKA3bIBAIOT HA TO, YTO T'€H ghy HE ABIsAETCA PYHKITMOHATBHBIM. OTCYTCTBHE KaKOU-THO0
(dopMBI TICEBIOTEHA y CAMOK J1aJI0 OCHOBAaHUE TI0JIaraTh YTO JAHHBIN T€H BCTPEYAeTCs TOIBKO Y
CaMIIOB, CIEIUICH C TIOJIOM, TEpenaercs OT OTIa K ChIHY, IOCKOJBKY pAacIoOJIOKEH Ha
Y-xpomocome, ¥ ObUT HalJIEH TOJBKO y MpeacTaBuTeNe TuxookeaHckux Jiococerd (Du et al.,

1993; Nakayama et al., 1999).
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1.4. 3B0.]'IIOIII/IH IF€HOB TOpPMOHAa PoCTa y NO3BOHOYHBIX )KUBOTHBIX

['en ropMoHa pocTa MPUHAMICKHAT K CEMEHCTBY T'€HOB, KOTOPOE KOJUPYET TOPMOHEI
OenxoBod mpupoasl. [loMMMO reHa TOpMOHAa POCTa K 3TOMY CEMEHCTBY OTHOCSITCS: TCHBI
NPOJIAKTHHA, COMATOJIAKTHHA M XOPHOHHYECKOTO COMAaTOMaMMOTPONHWHA (TUIAlEHTapHBIN
JaKTOreH). MeXIy TeHaMu B CEeMEHCTBe Oblla BBISIBJICHA 3HAYUTEIbHAs TOMOJIOTHS IO
HYKJICOTHJTHBIM ~ TTOCJICJIOBATEIBHOCTSIM, 4YTO JAeT OCHOBAaHHS HEKOTOPHIM  aBTOpaM
npearnojaraTh, YTO T€H TOPMOHAa POCTa W JAPYTHE TEeHBI, NPEACTABICHHBIE B CEMEHCTBE,
NPOU30IUIH OT T'eHA-NPEANICCTBEHHUKA IMyTeM AYIUIMKAIMA M TIOCICIYIOIIEH TUBEPTeHITUH
(Miller, Eberhardt, 1983; Chen et al, 1989; Walker, 1991; Wallis 1996; Daza et al., 2009).

['eH ropMoOHa pocTa, B OTIIMYUE OT OCTAILHBIX TEHOB CEMEHCTBA, BCTPEUACTCSI B TEHOMaX
BCEX MO3BOHOYHBIX JKMBOTHBIX. [[0IHYI0 HYKJICOTHIHYIO TOCIEI0BATEIHLHOCTh T€HA TOPMOHA
pocTa yAamoch OOHapyXHTh B OJHOM W3 HamOOJee apXaWvHbIX TAaKCOHOB, B HAaJKJacce
OeCueTIOCTHBIX THIIA XOPJOBBIX, Y Mopckori Munoru (Petromyzon marinus) (Moriyama et al.,
2006). Ha ocHoBaHMu MoOMy4YeHHBIX JdaHHBIX aBTopbl (Kawauchi et al., 2002; Moriyama et al.,
2006) nemaroT BBIBOJ, YTO, UMEHHO, T'€H TOpPMOHAa pOCTa SBJSICTCS TEM CaMbIM TEHOM-
NPEIIIECTBEHHUKOM, B pe3yibTare, IYIUIMKAIMd KOTOPOTro 00pa3yroTcsl Opyrue TeHHI,
BXO/IAIINE B CEMEHCTBO. ABTOPBI CBS3BIBAIOT 3TO C TEM, YTO TOPMOH pOCTa UTPAET BaXKHYIO POJIb
B Pa3BHTUHM OpraHM3Ma W Ha MPOTSDKCHUHM SBOJIOIMH BCEX IMO3BOHOYHBIX COXPAHSCT H
BBIMOJIHAET OUYEHb BAXHYIO (PYHKIIMIO — CTUMYJISIIIUIO POCTA, YTO OCOOEHHO OBLIO HEOOXOIUMO
JUIS BBDKMBAHHS TIPEAKOBBIX (OPM, BBIMEPIIUX OCTPAKOICPM, IPEBHUX TPEACTABUTEICH
OecUeNOCTHBIX.

bonee  mo3mHee  mosBICHME B TEHOMax  IO3BOHOYHBIX  HYKJICOTHIHBIX
MOCJIeIOBATEILHOCTEH HOBBIX TOPMOHOB, MPOJAKTHHA W COMAaTOJIAKTHHA, MOTJIO CHITPaTh
BRXHYIO POJIb B aJIalTalliH JKUBOTHBIX K MEHSIOIIUMCS YCIOBHSM CpPEIbl U CIIOCOOCTBOBATH
OCBOEHHIO TTO3BOHOYHBIMHU apeasioB, KOTOPBIC PAHBIIE OHH HE 3aCEISUIH, 3a CUCT BBITIOJHCHHUS
TUMHU TOPMOHAMH HOBBIX (PyHKIIMH, HE CBOMCTBEHHBIX ropMoHy pocta (Kawauchi et al., 2002).

[MosiBnenue HOBOW (GyHKIMHU (HEODYHKIIMOHAIHM3AINS) Y TeHA, KOTOPbIA BO3HHUKACT B
pe3ynbTaTe TyIUTMKAIUY — 3TO OJJUH U3 BO3MOYKHBIX BAPHAHTOB BOJIIOINY KOTTHMY TeHa. [Tomumo

NOSIBIICHUSI HOBOW (DYHKLWH, T€ (YHKIHH, KOTOPbIE OBUIM y T€Ha M3HAYalIbHO, MOTYT OBITH
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pa3feneHsl MEXIy AYIUIMIUPOBAHHBIMUA — KOMUSAMH  (CyOyHKIMOHANmM3amus), TaKkKe
OYTUIMIIUPOBAHBIA T€H MOXET CTaThb IICEBJOT€HOM B pe3yJbTare MyTaluld, KOTOpBIE
CIOCOOCTBYIOT MOSIBJICHUIO CTOM-KOJOHOB B KOJIUPYIOLIeH nocnenoBarenbHocTu (Zhang, 2003).

Jlymiukanus TeHa-IpeAlieCTBEHHUKA, KOTOopas TIOCHIy)XWJa HadajoM 3BOJIIOIUU
OTJIEJIbHBIX T€HOB FOPMOHA POCTa M NPOJIAKTUHA, JOJDKHA OblIa IPOU30WTH mpumepHo 350
MUJJIMOHOB JIeT Ha3aj. [IpucyTcTBHe ropMoHa pocTa M MPOJAKTUHA Y PbIO U 36MHOBOJHBIX,
KOTOpBbIE pazonuinch 0koyio 400 MIJIJTMOHOB JIET HA3a]l MOATBEPKIAET MOSIBICHUE 3TUX I'€HOB
Ha paHHEM JTare 3BOJIOIMK To3BoHOYHBIX (Miller, Eberhardt, 1983). B nanpHeiimeM reHsl-
MPEAIIECTBEHHUKN COBPEMEHHBIX I'€HOB F'OPMOHA POCTa M MPOJIAKTUHA PACHPEAEISIIOTCA 10
pa3HbIM XpOMOCOMaM, HallpUMep, y YeJOBEeKa I'eH TOPMOHA pocTa HaxoauTes B 17 xpomocome,
a reH MpoJIaKTHHA pactonioxkeHd Ha xpomocome 6 (Walker, 1991). Cunraercs, 4to eme OA1H I'eH,
KOTOpBIM OTHOCUTCS K O3TOMY CEMEHMCTBY M BCTPEYAeTCA TOJBKO Y MIEKONUTAIOUIUX —
IUIALEHTApPHBIM JIAKTOTEH, BO3HHUK YK€ IIOCJIE€ PAaCXOXKJIECHHUS TPhI3yHOB U mpumartoB 80
MUJJIMOHOB JIET Ha3a/l.

CxoncTBO MEXIy TE€HaMM IUIALEHTApHOIO JIAKTON€HAa W TI€HOM TOpMOHa pocTa y
IPUMaTOB HAMHOTO OOJIbIIIE, YEM, HAIIPUMEP, CXO/ICTBO F'eHa TOPMOHA pOCTa MPUMATOB C T€HOM
FOPMOHAa pocCTa TphI3yHOB. B Apyrux rpynmax MIIEKONMUTAIOIUX, TJ€ BCTPEYaloTCs
IUTALlEHTAapHBIE JIAKTOT€HbI, 3TO CKOPEE MPOU3BOJHBIE MPOJIAKTHHA, a HE I'€HAa TOPMOHA pOCTa
(Walker, 1991). [ToaTrBep:kI€HUEM TOTO CIAYXKHUT TOT (DAKT, YTO TEHOM-TTPEIIIIECTBEHHUKOM 151
IJIAIEHTAPHOr 0 JaKTOr'€Ha y TPHI3YHOB SIBJISIETCA €H MPOJAKTUHA, a Y MPUMATOB B KaueCTBE
reHa-npeAlecCTBeHHUKA BBICTYIIaeT I'eH ropMoHa pocta. B cBoeil pabote JlakBoc ¢ coaBTOpaMu
(Duckworth et al., 1986) mokazanu 53T0 mpu cpaBHeHuu mocienaoBarensHocter JIHK
IJIAlEHTApHOr 0 JIakToreHa Kpbichl (rPL) ¢ mocienoBaTenbHOCTSIMU T'€Ha MPOJIAKTUHA KPBICHI
(rPRL) u rena ropmona pocta kpeickl (rGH). VM3 monmydeHHbBIX JaHHBIX OYEBUIHO, YTO
HYKJIEOTUIHAs I[OCJIEIOBATEIbHOCTh IIJIALEHTApHOIO JlakToreHa Kpeickl (rPL) ©Oonee
rOMOJIOTHYHA MOCJIeI0BaTeNbHOCTAM MposiakTuHa Kpbichl (TPRL) u nponaktuna yenosexka hPRL
52% u 51% cooTBeTcTBEHHO, YeM mocaeaoBarenbHocTaM renoB rGH, hGH wmm hPL, pns
KOTOPBIX BBIsIBIEHO 10 34% romosiorum mis kaxaoro reHa (Duckworth et al.,, 1986).
CnenoBarenbHO, IUIAllEHTAPHBIHN JIAKTOI'€H BO3HUK B PE3yJbTaTe QYIUIMKALIMK PEIKOBOIO I'eHa

hGH nocite OTACJICHUSA OCHOBHBIX IMOPAJAKOB MJICKOIIUTAIOMINX, BO BPCMS 3BOJIIOLIUA ITPUMATOB.
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DTO MOATBEPKAAETCS MPHU CPABHEHWU WX HYKICOTHIHBIX mocienoBarenbHocteit (Hirt et al.,
1987; Walker, 1991). Hanpumep, y yenoBeka mocienoareiabHoctd MPHK rena ropmona pocra
¥ IUIALEHTAPHOTI'O JIAKTOTEHA SIBJISIFOTCS] TOMOJIOTUYHBIMU Ha 93,5%, B CBOIO 0Uepe/ib CPABHEHHE
nocienoBarenbHocTer MPHK mnponmaktuna ¢ MPHK rena ropmona pocta m ¢ MPHK
IUTALIEHTapHOTO JJAKTOT€Ha UMeeT UIeHTUYHOCTh 42% u 41% cooTBeTcTBEHHO. BMecTe ¢ reHoM
TOPMOHA POCTa TUIALlEHTAPHBIN JIAKTOTEH (OPMUPYET IIEeJNIbIN Ki1acTep OJU3KOPACION0KEHHbIX
TeHOB, KOTOPBI BCTPEUYaeTCs B TEHOME YENIOBEKa U APYTUX BBICIINX MpUMaToB. CUUTAETCS, 4TO
T'eHbl TOPMOHA POCTA U IJIAIICHTAPHOTO JIAKTOTeHa, (POPMHUPYIOIINE STOT KJIacTep, BOHUKIU U3
reHa-TMpeIIeCTBEHHUKA B pe3yJIbTaTe MyIUIMKAIMU B MHTepBajie nocieaqaux 10—15 MumimonoB
net (Chen et al, 1989).

DBoronus JoKyca mporekana B Tpu dtana. ABtopsl (Chen et al., 1989; Walker, 1991)
NPEIoIaralT, YTO B pe3yjIbTaTe MEepPBOro dTana TyIUIMKAIMN TeHa-mpeamecTsennuka (Pre-
GH/PL) oGpa3oBascst JIOKyC, KOTOPBIA COCTOSIT YK€ U3 IBYX MPEAKOBBIX TeHoB: reHa Pre-GH u
rena Pre-PL. Jlymiukamus 3TUX TPEeAKOBBIX T€HOB HA BTOPOM JTare MpuBeia K 00pa30BaHUIO
yerbipex reHoB: hGH-N, hPL-1/hPL-2, hGH-V u hPL-3. [locnennuii sTan AyIJIMKAIUKA reHa
hPL-1/hPL-2, KOTOpBI COCTOSUICS OKOJIO 5 MWIIHOHOB JIET Ha3aJ, MPHUBEN K TOSBICHUIO
coBpeMeHHbIX reHoB hPL-1 u hPL-2.

CTOUT OTMETHTD, YTO JIAHHBIN JOKYC Y BBICIIUX MPUMATOB, KOTOPBIH COCTOUT U3 T'€HOB
FOPMOHA POCTa M IUIALIEHTApHOTO JIAKTOI'€Ha, TOMUMO IOCJIEIOBATENbHOCTEN T€HOB rOpPMOHA
pOCTa M TUIALIEHTAPHOTO JIAKTOTEHA COACPXKUT erle U 48 mocneaoBarensHocTe Alu MOBTOPOB,
KOTOpbIE PacrojaratoTcsi B JIOKyce B 00€MX OpUEHTALUSAX; HEKOTOPbIE MOCIEA0BATEILHOCTH
npeiacTaBieHsl B ycedeHHoit  ¢opme (Barsh et al., 1983). Ilonoxenus 3TuX
NOCJIeI0BAaTEIbHOCTEH MOXKHO pacCMaTpUBaTh KaK OPHUEHTUPHI, OTPAXKAIOIINE IBOITIOIMOHHBIC
COOBITHS, TIPOUCXOIMBIIIKE B 3TOM JIOKyce. barr ¢ coaBropamu uutarot (Barsh et al., 1983), uro
HU OJUH NMpuoOpeTeHHBbIH Alu 37eMeHT He ObUT yTpadueH BO BpeMs SBONIONMHU JOKyca. Takas
BBICOKasl TUIOTHOCTH Alu 3JIEMEHTOB MOXET OBITh CBSI3aHA C X HEMOCPEJACTBEHHBIM yUAaCTHEM B
IOYTUTHKAIIMHA T€HOB, KOTOPBIE KaK Pa3 ¥ MOTJIM MPOUCXOIUTH 3a CYET HEPABHOTO KPOCCUHTOBEPa
MEXy pa3IMuHbIMU HeayutenbHbIMU Alu sneMenTamu. YceueHHBIH Alu ameMeHT Ha 3'-KOHIIE

reHa-npeAmecTseHanka Pre-GH/PL Mor crath TOW camol «ropsuedl TOYKOI» Hadala
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IOYTUTMKAIH, KoTopas puBena Kk oopazoBanuto reHoB Pre-GH u Pre-PL (Barsh et al., 1983; Hirt
etal., 1987).

Ha npowncxoxieHre reHOB CeMecTBa U3 OHOTO OOIIIEro MPEKOBOTO I'eHA YKa3bIBAaCT HE
TOJILKO BBICOKHI YpOBEHb TOMOJIOTMH HYKIJICOTHIHBIX IOCIEAOBATEIBHOCTEH, HO M BBICOKAS
CTENIEHh CXOJICTBA WX AaMHHOKHCJIOTHBIX IOCIeIOBaTeNbHOCTEH. BHyTpn Kaxmoro Oenka
UMEIOTCSI 00J1aCTH BHYTPEHHEH TOMOJIOTHH, KOTOPBIE YKa3bIBAIOT HA TO, YTO MPEIIICCTBEHHUK
ITOT0 ceMeiicTBa FeHOB OBLT 00pa30BaH My TeM TYTDIHKAINY PEAKOBOTO IeHa, KOTOPBI COCTOSUT
U3 MEHBIIETO KOJIMYECTBA CTPYKTYPHBIX DJIEMEHTOB H B Pe3yJbTaTe AYIUIMKAINNA 00pa30BasICs
T'eH-TIPEAIISCTBEHHUK, COIep KaIllKe MATh 9K30HOB U ueThipe nuutpona (Miller, Eberhardt, 1983;
Hirt et al., 1987)

B cTpykType reHoB, mpeACcTaBICHHBIX B JAHHOM CEMEHCTBE, TPOCIICKUBACTCS PSIIT OOIIUX
4epT, KOTOPBIC MTOATBEPKAAI0T THIIOTE3Y O MPOUCXOKIACHUHU TeHa TOPMOHA POCTa, MPOJIAKTHHA
U TUTAlIEHTapHOTO JIAKTOT€Ha OT OOIIeT0 TeHa-TpeIleCTBEHHUKA. KOoIu4ecTBO 3K30HOB U
WHTPOHOB COBIIAJIACT BO BCEX TPEX I'eHaX (IATh YK30HOB U YEThIPS MHTPOHA); WACHTUYHBI U
TPaHUIBI CAUTOB CIUIAHCHHTA, Ja)ke HECMOTPS HA TO, YTO UHTPOHBI I'eHA MPOJIAKTHHA OOJIbIIIE,
4eM HHTPOHbI T€HAa TOPMOHAa pOCTa M IUIAIIGHTApHOTO JakToreHa. Ilpu BhIpaBHUBaHHU
KOHCEPBATUBHBIX 00JIACTEH TPaHUIIBI COCTMHEHUS SK30HOB C MHTPOHAMHU COBMAJAIOT y TpPeX
reHoB. [IpucyTcTBHE YeThIpeX BHICOKO TOMOJIOTUYHBIX 00JacTeil BO BCEX TPeX I'eHaX, CIYXKHT
JI0Ka3aTeIbCTBOM  JYIUTMKAIIMA Y4YacTKOB TMPEIKOBOIO TEHAa, B pe3yJbTaTe KOTOPOM
chopmupoBancs reH-tpeamectBeHHUK Pre-GH/PL, cocrosmuii ye H3 ISITH JK30HOB U
YeThIPEX MHTPOHOB, M3 KOTOPOTO M SBOJIOIMOHHPOBAIM COBPEMECHHBIC T€H TOPMOHA pOCTa,
NPOJIAaKTHH M IUIAlleHTapHbIA JaktoreH. Hekoropeie aBtopsl (Barta et al., 1981; Miller,
Eberhardt, 1983) cumraror, 4TO MNpPEIKOBBI, T€H ObBUI MEHBIIE IO pa3MepaM U HMeN
NPUMHUTUBHYIO CTPYKTYpYy. OH COCTOSUT M3 PETYyJSTOPHOU 00JaCTH, KOTOpas BKJIOUYaia B ceOs
AIIEMEHTBI HEOOXOIUMBIE ISl OKCIIPECCHU, M KOUPYIOIIEH mociieroBaTenbHoCTH. Koaupyromias
YacTh B MOCJICAYIONIEM U TyILTHIIMPOBANIACH.

B pesymbrate IymuMKanuu BO3ZHUKIM YETHIPE OJWHAKOBBIX KOMHHU KOJIUPYIOUICH
MOCJIE/IOBATEIBHOCTH, CHOPMHPOBABIIMX OJWH TEH, 4YTO M OOBACHSICT HAIUYHE
IOYTUTMUPOBAHHBIX 00JIacTeil U TOMOJIOTUY aMUHOKHCIIOT TeHOB TOPMOHA POCTA, IPOJIAKTHHA

IUTALIEHTapHOI0 JJAKTOT€Ha. JTU 00J1aCTH BHYTPEHHEN FOMOJIOTMH pacioyioxkeHsl B npezaenax 11,
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IV u V 3x30H0B. Ha nsThI 9K30H IPUXOIUTCS JABE TOMOJIOTHYHBIE 001acTi. BO3MOXHO, MEXK Ty
TPeThbel M YeTBEPTON KOIMHUAMH IMPEAKOBOTO TeéHa HAXOJWJICS MHTPOH, U OH ObUI yaalieH.
[losiBeHHne BYX TOMOJIOTMUHBIX OOJACTEH B IK30HE MATh OOBSICHSETCS €Ill€ OJHON BEepCUEH:
cHayana Bo3HUKIM 3k30HBI Il u IV, a yxe ux tpanckpunt marpuunoir PHK Op11 moBTOpHO
BCTPOEH 32 HUMU U TaKUM 00pa3oM chopMUpOBaJICs MATHIN SK30H. B pe3ynbpTare 3Toi BCTaBKU
¥ MOT BO3HHKHYTH TISITHIN 3K30H. DK30H III He mmeer obnacreii romonoruu 1 aBTopsl (Miller,
Eberhardt, 1983) ormedaroT, YTO OH BO3HHMK OTIEIbHO C IOSBJIECHUEM HOBBIX (PYHKIUH,
CBSI3aHHBIX C PETYJIALMEH yrieBoJgHOro ooOMeHa. M B pe3ynbraTe U3 reHa npeiecTBeHHUKA C
TaKOW CTPYKTYPOW SBOJIOLNMOHUPOBAIN COBPEMEHHBIE T€HBl FOPMOHA POCTa, MPOJAKTUHA U
IUTAIICHTApHOTO JIakToreHa. Ha oCHOBaHWMH TOTO, YTO BHYTPEHHSS TOMOJIOTHSI HAOJIIO1aeTCs B
HYKJICOTUIHBIX mociaenaoBareabHocTax 11, IV u V sk3oH0B cuntaercs (Barta et al., 1981; Miller,
Eberhardt, 1983), uTto MMeHHO 3TH YacTH r'eHa BO3HUKIM 3a CUET JyOJHMPOBAHUS MEHBIIETO
CErMeHTa MPEeJIKOBOTro IreHa.

B sBosforiy reHa TopMoHa pocTa MPOCIICKUBACTCS HECTaHAAPTHAS 3aKOHOMEPHOCTH:
MejJieHHas: 0aszalibHasi CKOPOCTh M3MEHEHUH MOCIIEeIOBATEIIbHOCTH MPEPHIBACTCS MEPUOIaMU
obicTpoii sBomonuu (Wallis, 1996; Wallis, 2014). V miexkonuTarommx, BKIIOYas CyMYaThIX
(Saunders et al, 1998), O6asanbHas CcKOpPOCTh oueHb MemteHHas (0,21-0,28x107°
AMUHOKHUCJIOTHBIX 3aMEH Ha CallT B TOJT), a cama MoCce0BaTeIbHOCTh T€Ha TOPMOHA POCTa OUYCHb
KOHCEPBATHBHA M IMOX0XKa Ha IMOCJIeI0OBATEIIFHOCTh MPEIKOBOTO IreHa. Hampumep, y CBUHBY |
co0aky, KOTOpbIE OTHOCSATCS K pPa3HbIM  OTpsSAaM  MJICKONMUTAIONINX, OEIKOBBIC
nocjenoBaTeabHoCcTH ropmona pocta uaeHTHuHbl (Wallis, 1994). Yommue ormeuaer (Wallis,
1994), 4To mocnea0BaTEIbHOCTh I'CHa TOPMOHA POCTA CBUHBH, BEPOSTHO, UMEET MAaKCUMATbHOE
CXOJICTBO C TOCJIEI0BATEILHOCTHIO MPEAKOBOTO reHa. C Mocie10BaTeIbHOCThIO TeHa TOPMOHA
pOCTa CBUHBH, TaK)KE CXOHBI TIOCICAOBATCILHOCTH AJIBbITAKH, JIOMIAAN, KUTa U cjoHa (Maniou
et al.,, 2004). Ilepuombl OBICTPOI SBOJIIOIMM T'€HAa TOPMOHA POCTa COIMPOBOXKIAIHCH
yBenudeHueM ckopoctu B 25-50 pa3 (Lioupis et al., 1997; Wallis, Wallis, 2001). IlepBsrii
MIEPHOJ] PUXOTUTCS HA MOMEHT TIOCJIE PACXOXKICHHS IMOTYy00€3bsH U BBICIITUX TPUMATOB, HO JI0
JUBEPTEeHIIMNA Y3KOHOCBIX W IIMPOKOHOCHIX 00€3bsiH (ITOCIICIOBATEIBHOCTH TOPMOHA pPOCTa
YeJIOBEKA U MaKaKH-PE3yC OYCHb MOXO0XKH). Takue ObICTphle N3MEHEHHsI TOPMOHA POCTa B TUHUU

BCZ[YH_[CI\/JI K BbBICHIMM IIpUMATaM OKa3aJIUChb 0COOEHHO 3aMCTHBIMHU, IIOCKOJIBKY 3aMCHBI
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COCTaBWIM OKOJO 35% BCEX aMHHOKHCIIOTHBIX OCTAaTKOB. [lepwojn OBICTpOIl HBOIONHH Y
IPUMATOB MPOUCXOIWI eIle 10 TyOIupOBaHMs TeHOB, 00pa30BaBIIMX B JajJbHEHIIEM KilacTep
(Wallis, 1994; Wallis et al., 2001; Wallis, Wallis, 2001).

Bropoii mepuos yBenu4eHHs] CKOPOCTH SBOJIOIUU OTMEYalCsl TOCie TUBEPTreHLUU
MO30JICHOTHX W YKBAYHBIX MAapPHOKOIBITHBIX, HO JI0 TOTO MOMEHTA, KaK Pa3OlLIUCh KO3JIMHBIC
(Caprinae) u 6b19pu (Bovinae) (Lioupis et al., 1997). IlocnenoBaTeTbHOCTH TOPMOHA POCTa B
ATOU TpyMIe >KUBOTHBIX UMEIOT OOJIBIIIOE CXOACTBO MEXTYy COOOM M OTIIMYAIOTCS OT MPEAKOBOM
MOCJIEZIOBATENIbHOCTH TOPMOHA pocTta. Hampumep, OeiakoBble MOCIEIOBATEILHOCTH TOPMOHA
pocTta ObIKa U OBIIBI MIOXO0KU MEXIY c000il, HO OTIUYAIOTCS OT MOCJIEI0BATEIHLHOCTH TOPMOHA
pocta cBUHBU Ha 18 amuHOKKCHOTHBIX ocTaTkoB (Lioupis et al., 1997).

CTOUT OTMETHUTH, UTO TAKOE PE3KOE YBEIMUYEHHE CKOPOCTH SBOJIIOIUHU B 3HAYUTEILHON
CTETICHU XapaKTEPHO TOJBKO IS SK30HOB. [IJIsl IPYTUX CTPYKTYPHBIX JIEMEHTOB: CUTHAJILHOTO
NEeNnTHAa, UHTPOHOB, 5'- U 3'-peryisTopHbIX o0JacTel He OTMeuaeTcsi BCIUIeCcKa OBICTPOit
spommoniiu (Lioupis et al., 1997; Wallis, Wallis, 2001). M3meHeHus: ckopocTH, BIUSIONIUE Ha
MOCJIEZIOBATENILHOCTh AMHHOKHCIOT U HE 3aTparuBarollfe OCTAJIbHBIE YacTH TE€Ha, MOTYT
YKa3bIBaTh KaK Ha MOTEPIO (PYHKIIMH, KOTOPYIO BHITIONHSET 0eJI0K (ocnablieHne OTpUIaTeIbHOTO
(oumimarorniero) orbopa), Tak U Ha pacHIMpPeHUEe PYHKIUH U ICHCTBUE MOJIOKUTEIHLHOTO 0TOOpa
(Wallis, Wallis, 2001). ITockonbky ocHOBHasi (pyHKIIHSI TOPMOHA POCTA — CTUMYJISIIIUSL POCTA U
Pa3BUTHSI — COXPAHACTCS HA BCEX dTAax 3BOJIONUU MTO3BOHOYHBIX KUBOTHBIX, aMUHOKHCIIOTHI,
KOTOpbIe 00pa3ylOT OCHOBHOE TUAPO(OOHOE SIPO, OCTAIOTCS KOHCEPBATUBHBIMU. A Takas
OBICTpasi 3BOJIOIMUSA, B PE3ylbTaTe KOTOPOW H3MEHECHHsI KOCHYJHCh HEOOJBIINX YYaCTKOB,
HaIpUMep, OTBETCTBEHHBIX 3a B3aMMOJICHCTBHE TOPMOHA POCTAa C peElEnTopaMH, CKOopee
yKa3bIBa€T Ha KOZBOJIOIHUIO TOpMOHa pocta BMmecte ¢ ero pernentopom (GHR), Bo Bpems
HBOJIIOIMKM MPUMATOB WJIM HAa aJaNTHUBHBIM XapaKTep W3MCHCHHMH W pacmiupeHre (QyHKIMH
ropMoHa, HO He Ha ux norepro (Wallis et al., 2001).

Pacmmpenne QyHKIui ropMoHa pocTa y MPUMATOB MOXKET OBITh CBS3aHHO C OOJIbIICH
JAKTOTEHHON aKTHBHOCTBIO, KOTOpas HE XapaKTepHa s JIPYyTUX MIEKOMUTAIONINX, C
U3MCHCHHEM CICIU(DUYHOCTH PEIENTOPOB, C TOSBICHUEM HOBBIX (PU3NOJIOTHUSCKHUX
MEXaHH3MOB, CBSI3aHHBIX C IUianeHTapHbivMu 0enkamu (Wallis 1997; Wallis et al., 2001). TTocne

MOABJICHUSA Y ITPUMATOB JOITOJHUTCIIBHBIX KONUM TreHa TOpMOHaA pOCTa, KOTOPLIC BO3HUKIIU B
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pesynbrare aymumkanuu u obpasoBaym 1enbiii kimacrep (Chen et al., 1989), mpousomnuio
niepepacrpenencHne pyHKIuu, a 3a TeHOM TOPMOHA POCTa COXPAHUIIACh €T0 OCHOBHAS (DYHKIIHS,
CBSI3aHHAS C PETYJIHIA pocTa. B pe3ynbpTare mosiBIeHUs JOMOTHUTEIFHBIX TEHOB JIaBJICHUE HA
T'eH TOPMOHA POCTa CHU3WIOCh, @ MOJICKYJISIPHASI CKOPOCTB IBOJIIOIIMHN BEpHYJIAch K 0a3aabHOMY
ypoBHto. [locie mnepunoma OBICTPBIX W3MEHEHHH BO3BpAIIEHHE CKOPOCTH DBOJIOIMHH K
0a3aJpHOMY YPOBHIO MMPOUCXOIUT M y TapHOKOIBITHBIX (Lioupis et al., 1997; Wallis et al., 2001).

Eme omuH OTpsii MIIEKOITUTAIOMINX, Y KOTOPBIX OBLJIO MOKAa3aHO yBEIWYEHHUE CKOPOCTH
9BOJIIOIMKM TopMOHa pocta, 310 — rpeyHsl (Wallis, Wallis, 1995). V rpbeiyHOB H
3ali11e00pa3HBIX CKOPOCTh 3BOJIOIMH YBEIUYMBACTCS HE3HAUMTEIILHO, BCETO B JBA-TPH pasa.
Hanpumep, oTimyme mociaenoBaTeIbHOCTH KPOJIHMKA OT TOCIIEIOBATEIFHOCTH CBUHBH BCErO Ha
7 aMHHOKHUCJIOTHBIX OCTAaTKOB, TOBOPHT B I0JIb3Y HEOOJBIIOTO yBennueHus ckopoctu (Wallis,
Wallis, 1995).

Y [OTHI] CKOPOCTh DBOJIOIMU T'eHa TOPMOHA pPOCTa OKa3ajsach HEMHOTO ObICTpee
(0,56-0,80%10° aMMHOKHCIIOTHBIX 3aMEH Ha CaiiT), 4eM CKOPOCTh SBOJIIOLHUHU Y MIECKOIUTAIOIIMX
B TIIEpPUOJI, TaK Ha3bIBaeMOM, «MeieHHol dasbn (0,21-0,28% 107° aMMHOKHCIOTHBIX 3aMEeH Ha
CaiiT), HO 3HAYUTEIIBHO HIKE TOH CKOPOCTH, KOTOpas XapakTepHa Ui «OBICTPBIX (a3»
HBOJIFOIIMY F'e€HA TOpMOHa pocta miekonuTaromux (Buggiotti, Primmer, 2006). CTouT 0OTMETHTB,
YTO I'eH TOPMOHA POCTa y MTHUI] XapaKTepu3yercs: 0ojiee MOCTOSHHON U OTHOCUTEIBHO HU3KOU
CKOPOCTBIO MOJICKYJISIPHOM SBOJIOIMHU, KOTOpas yBeIHMYUBaeTCs He Oonbiie, yeM B 1,4 pasa
(Buggiotti, Primmer, 2006).

OmHaKo W Cpeau NTHIl BCTPEYAIOTCS TPYIIBI, Y KOTOPHIX SBONIONHS HYKJICOTHUIAHBIX H
AMHHOKHCIIOTHBIX ~ TOCIIEJOBAaTEIbHOCTE TOpPMOHAa pOCTa MpoTekaeT Obictpee. Takwue
CYIIECTBCHHBIC H3MEHEHHS CKOPOCTH MOXKHO HAOJIOAaTh B OTpsAe BOpoObHMHOOOpa3HbIX (YUri
et al., 2008), koTopbIii SBASETCA OJHMM H3 CAaMbIX MHOTOYHCICHHBIX OTPSAZOB NTHUIl. B
pe3ysbrare AYIUIMKAllMd B TE€HOME BOPOOBMHOOOPA3HBIX MPEACTABICHBI JIBE KOMHH TI'eHa
rOpMOHa pOCTa, KOTOpPBIE COXPAHSAIOTCA B TIPOIECCE DJBOJIOIMUM H 00€  SIBISIOTCA
¢yunkmmonansueiMu. FOpu ¢ coaBTopamu (Yuri et al., 2008) cuuraior, yTo 00€ KOMUM OBICTPO
IBOJIIOIMOHUPOBATIM C MOMEHTa AYIUIMKAIIMA W TIOJBEPTANNCh NABJICHHUIO OTOOpa pa3HOM
UHTEHCUBHOCTA. CKOPOCTh SBOJIONMK HYKICOTHIHBIX IOCIEAOBATEIBHOCTEH Yy ITHX

napajJoridHbixX TICHOB Ooibile 4yeM B 2 pa3a, a TEMIIbl J3BOJIIOOUHA AMWHOKHCIIOTHBIX
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nocieoBarenbHoCcTe B 10 pa3 Beimie, yeM B ONMKANIIUX POJCTBEHHBIX TPYIIIAX ITHII, HE
OTHOCSIIIMXCS K BOPOOBHMHOOOPa3HBIM. Pe3koe yBemnueHne CKOpOCTH MOKET UMETh aJJalITUBHOE
3HAaYEHUE, TTOCKOJIBKY, HAXOSCh MO/ Pa3HBIM JIaBJICHUEM 000pa ¥ 3BOJIOMUOHUPYST HACTOIBKO
OBICTPO, TeHBI-IAPAJIOTH MOT'YT IpruobpeTatsh GyHKIMOHaANbHBIE pasmuuus (Yuri et al., 2008).

VY ocranbHbIX npeactaButened nrur (Buggiotti, Primmer, 2006) ObicTpble U3MEHCHHS
XapaKTEepHBbI TOJIBKO [IJIi OTIEIBHBIX YacTed TeHa. M ecnu y MIIEKOTHUTAIONIUX H3MEHCHHS
3aTparuBalid TOJIBKO IK30HBI, & APYTHUE CTPYKTYPHBIE 3JIEMEHTHI Te€HA, TAKHE KaK CUTHAJILHBINA
MIETNITU/l, ”HTPOHBI, PETYJISATOPHBIE MOCIE0BATEILHOCTH HE TTOKA3hIBATM OBICTPBIX U3MEHEHUH,
TO y IITHI] CKOPOCTh 3aMEIIEeHUs aMHHOKHCIIOT B 00JIaCTH CUTHAIBHOTO TienTuaa ot 1 1o 19 pas
BBIIIIE, YEM IMOKa3aHo s 3penoro Oenka (Buggiotti, Primmer, 2006). A ckopoCTh 3BOIOIHH
CHUTHAJIFHOTO TIENTH/Ia TOPMOHA POCTa MPEBBIIIaia CKOPOCTh IBOIIOIMH 3peNbIX OekoB B 2,0 —
4,4 paza. B pe3ynbTare BRICOKON M3MEHUMBOCTH CUTHAIIBHOTO TENTH A BO3HUKAIOT PAa3IMIHBIC
MOCTTPAHCIANMOHHBIE MoauduKanuu. OHH MOTYT HPHBOJWTH K YBEIHUYCHHUIO CTPYKTYPHOTO
pa3HooOpa3us, a TakKe OKa3bIBaTh BIMSHHE HA CKOPOCThH co3peBaHHs Oeika. OT CKOPOCTH
CO3pEBaHMS TOPMOHA POCTA 3aBUCUT U YPOBEHB €T0 CEKPEIIMH, KOTOPHIN IMOTEHIIMAIEHO MOXKET
OBITh MPEIMETOM ecTeCTBeHHOTo oTOopa. KoHTpoib Temma pocra WIHM MOJACPKAHUE
OTIPEJICIICHHOTO TEMIIa pOCTa B TMpeEJeiaX OJHOTO BHJIa YKa3bIBacT Ha aJalTHBHBIA XapakTep
usMmenenwuit (Buggiotti, Primmer, 2006).

MemieHHass 3BOJIONMS TOPMOHA pOCTa XapakKTepHa W IS OOJBIIMHCTBA HU3IIUX
N03BOHOYHBIX KUBOTHBIX — 0,19-0,39x107° amunokucnorusix 3amen B rox (Wallis, 1996). Dto
COMOCTABUMO C 6a3aJIbHOI CKOPOCTBIO dBoIOMU Miekonuraromux (0,21-0,28x107°). Oanako
U CpeIu TpeICTaBUTENIeH HU3IINX IMO3BOHOYHBIX MOTJIM TMPOWCXOAWTHh BCHBIIIKH OBICTPOI
DBOJIIOIMH.  YBEIMYCHHE CKOPOCTH OTMEUAeTCss BO BpeMs DBOJIONUH  aMmpuoOmii
(0,86 + 0,13x10° aMUHOKMCIOTHBIX 3aMeH Ha calT B roj), xpamesbix (0,54 £ 0,10 x10°
AMUHOKHCJIOTHBIX 3aMEH Ha CalT B T0OJ) U KOCTUCTHIX pbIO (1,52 £+ 0,26 10" aMUHOKHCITIOTHBIX
3aMeH Ha CaiT B rof). Takue mepruobl BHICOKOW CKOPOCTH IBOJIIOIIUU HOCSIIT CKOPEE CIyJaiHbIMN
XapakTep, MOTOMY 4TO 00II1ast KapTHHA YBOJIONUY HU3IINX IIO3BOHOYHBIX )KUBOTHBIX MTOX0KA HA
Ty, KOTOpas XapakTepHa /I MJICKOIUTAIONIMX, IJie MpeobiagacT MeIIcHHas Oa3anbHas

CKOPOCTh MOJICKYJISIDHOHM 3BOJIIOLIUM, CO CIy4YallHbIMU jnuTenbHbIMH Beruteckamu (Wallis,

1996).
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1.5. CprKTypa PEryJsiTOPHBIX YHaCTKOB I'¢eHa TOPMOHA POCTA MO3BOHOYHBIX

['er ropMoHa pocTa MO3BOHOYHBIX IKCIPECCUPYETCS TOJBKO B CICIHAIM3HPOBAHHBIX
KJIeTKaxX TepeaHerd monmu Ttumoduza — comatorpodax. TrkaHecmenuduyeckuii xapakrep
DKCIIpecCHr  00ECIeYMBAETCS PA3IMYHBIMA ~ MEXaHW3MaMH B3aUMOJICHCTBHSI  OCIIKOBBIX
(aKTOPOB TPAHCKPHIIIIHU C PETYISITOPHBIMH TIOCIEIOBATEILHOCTIMU HYKJICMHOBBIX KHUCIOT. B
peryaaTopHoi (MpOMOTOPHOI) 00JacTH TeéHa TOpMOHa pocTa pacronokeHbl | ATA-GOKCHI,
CaTBI CBSA3BIBAHUS C PA3IMYHBIMU (PaKTOPAMH TPAHCKPHIIIINH, YJIEMEHTHI OTBETA HA TOPMOHBI U
JpyTHe COSAMHEHUs. PacmonararoTcsi 3TH MOCIeI0BATEIbHOCTH BILIOTHYIO K T€HY Ha y4acTKe
JuHHOU okoiio 500 m.H. mepea caiToM Hadalla TpaHCKpUniuu. B pe3ynprare B3anMoAeHCTBUNA
TPAHCKPUIIIMOHHBIX (AKTOPOB C PETYJIATOPHBIMU IOCIIEAOBATEIBHOCTSIME (OPMUPYETCS
TPAHCKPUIIIMOHHBI KOMIUIEKC, KOTOPBIH aKTUBHPYET TPAHCKPUIIUIO W KOHTPOJIUPYET
WHTCHCHUBHOCTb, BPEMsI U YPOBEHbB SKCIIPECCUU TCHA.

TATA-6oxkc, min 60okc Xorueca, MpeCTaBIeH KOHCEPBATHBHOM MOCIEA0BATEIHHOCTHIO
(5'-TATAAA-3"), pacnonaraercss Ha paccTossHuu 10 —30 T.H. JieBe€ TOUKH HHHIMAIUU
TPAHCKPUIIIINK U BCTPEUAETCS B reHaX TOMOHA POCTa BCEX MO3BOHOYHBIX )KMBOTHBIX (Barret et
al., 2013). B rene ropMoHa pocra 4esioBeKa, KpyImHOTO pOraToro ckota u rpeiyHoB TATA-00kc
BCTpEYaeTCs B MOJOXKEHHH —26/—33 T.H. OT TOYKH MHUIUAIIMHA TPAHCKPHUIIIIMKA U MPEICTABICH
nocienoBarenbHocThIO 5'-TATAAAA-3' (Barta et al., 1981; DeNoto et al., 1981; Gordon et al.,
1983). Cpenu mapHOKOIBITHBIX BCTpEYArOTCS BHIbI, y KoTophix TATA-O00KC pacronaraercs
naneiie ot craproBoro komona (Wallis, Wallis, 2001). ¥ mnpencraButencii cemeicTBa
onenpkoBble (Chevrotain) TATA-Ookc HaxoauTcss Ha paccrosaun —69/-75 mH., a y
onaropoanoro oieHs (Cervus elaphus) TATA-OGOKC pacroyiokeH Ha PAcCTOSHHUH OT TOYKH
HavaJyia TpaHcKpunuuu B nmojoxennn —93/-99 mn.u. (Lioupis et al., 1997). HecMoTps Ha BakHYIO
poiib, koTopyto urpaer TATA-OOKC B MHUIMALIMK TPAHCKPUIIUU, U3BECTHBI Cllydyau, KOTJa
NPOMCXOMAT HM3MCHEHHMsS B KOHCeHCycHO# mocnenoBarenbHocT TATAAA (Breathnach,
Chambon, 1981; Bucher, 1990). V onxnorop6oro BepOmoma (Camelus dromedarius) wu
obbikHOBeHHOTO Oeremora (Hippopotamus amphibius) mocnenoBarensaocts TATA-Gokca He
UACHTHYHA TOW mocaeaoBareabHocTH TATA-O0Kca, KOTOpash BCTpedyaeTcss B I'eHe TOpMOHa

pocta GompimHCTBa MiekonuTaommx (Maniou et al., 2004). HecMoTpst Ha 3aMeHy NEpBOTO
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nykieoruna B TATA-Gokce omnoropboro BepOmona (Camelus dromedarius), ren ropmoHa
pocCTa IPOJI0JIKAET SKCIIPECCUPOBATHCS, O YEM CBUETEIBCTBYET BbIJICJICHUE TOPMOHA POCTA U3
runogusa ogHoropooro Bepoaoaa (Martinat et al., 1990).

KonnuectBo TATA-60KCOB B MPOMOTOpax I'eHa TOPMOHA POCTa MO3BOHOYHBIX MOKET
OTIIMYAThCS y pa3HbIX BUJIOB. B 5'-nankupyromieit o6iactu reHa ropMOHa pocTa KypHulbl ObLIO
obuapyxeno nBa TATA-6okca (Tanaka et al., 1992). Ilepsoiii TATA-60kc (TATATAA)
pacroyiaraeTcst Ha pacCTOSSHAM —24 I1.H. OT TOYKH HHUIMAIMU TPaHCKpUnuuu, a Bropod TATA-
ookc (TATAAAT) Obu1 HaliieH B moytoskenuu —145 m.H.. ABTopsl cuntarot (Tanaka et al., 1992),
410 TOJIbKO mepBbii TATA-OOKC OTBeUaeT 3a CBSI3BIBAHUE C TPAHCKPHUIIIIMOHHBIM (PaKTOpOM,
MIOCKOJIBKY 3aHHMMaeT 0ojee MPOKCUMAIbHOE TIOJO0KEHWE OTHOCUTEIBHO TOYKM Hayaia
tpanckpuniuu. [loka HesicHo, mpuHuMaer nu BTopod TATA-Gokc ydactue B cOOpke
TpaHCKpUMNIMOHHOTO Komiuiekca. C mocnenoBarenbHOCThi0 [ATA-O0Kca CBA3BIBAIOTCS
TPaHCKPHUMIIMOHHBIE  (akTopbl, mnpuBiekawmue PHK-nomumepady k caiity Havana
tpanckpuniuu. Buadane TATA-6okc cBszbiBaetcst ¢ TATA-cBsasbiBatomumes o6enkom (TBP),
koTopeiii pacmieraet JIHK, a 3areM ¢ HUM yKe CBSA3BIBAIOTCS TPAHCKPHUIIIIMOHHBIE (PaKTOPHI
TFIID, a x ero BepxHel U HUKHEH 4acTH yKe MIPUCOSAUHSIIOTCS TPAHCKPUIIITUOHHBIE (DaKTOPBI
TFIIA u TFIIB (Barret et al., 2013).

VY4acTku npomMoTOpa, KOTOpPHIE OTBEYAKOT 3a OJKCIPECCHI0 T€Ha TOPMOHAa pocTa
HEMOCPEACTBEHHO B KJIETKAaX Trumodusa, MpeacTaBieHbl cailTaMu CBA3BIBaHHUS C THUHO(U3-
cnenuduunbiM  (pakropom TpaHckpunmuu Pit-1 wimu GHF-1 (growth hormone factor 1),
u3BecTHbIM Takke kak POU momen (POU1F1) (Ingraham et al., 1988; Mangalam et al., 1989;
Karin et al., 1990). O0blYHO calTBl CBS3BIBAaHMS C TPAHCKPHUIIUOHHBIM (aktopom Pit-1
HacelmeHbl Hykieotuaamu A u T u comepxkar mocnenoBatenbHOCTE TATNCAT. Beuto
MOKAa3aHO, YTO JUIsl YCIEUIHOW aKTUBAIlMM TPAHCKPHUIIMU F'eéHa TOPMOHA POCTa HEOOXOIUMO
B3aUMOJICHCTBUE TPAHCKPUIIIMOHHOTO (akTopa Pit-1 ¢ HECKOIBKUMU caiiTaMu CBSI3bIBaHUS. Y
OOJBIIMHCTBA MO3BOHOYHBIX JKMBOTHBIX B 5'-(uaHkupyroieii o0JacTy reHa ropMoHa pocTa
uMeeTcsl JBa caiita cBs3piBaHUS ¢ (akropom Pit-1. B mpomorope reHa ropmoHa pocta
MJIEKOTIMTAIOIINX TOJI0)KEHHE U HYKJICOTUIHBIE MOCIIEeI0BATEIHLHOCTH ATUX CAUTOB 1OCTATOYHO
xonceparuBHbl (Theill, Karin, 1993; Krawczak et al., 1999). Hanpumep, B mpoMOTOpHOIA

o0jacT reHa TOpMOHa pOCTa YEJIOBEKAa, MEPBbIM CalT pacHojioKeH OT TOYKM Hayajia
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TPAHCKPUNLMK Ha paccTosHuM oT —55 no —90 mH., a Bropoir or —106 nmo —131 m.H.,
cootBerctBenHo (Walker, 1991). V oeHbKOBBIX HAOIIOJACTCS CMEIICHHE CANTOB CBSI3bIBAHUS
¢ paxTopom Pit-1 6mmke k Touke Havana TPAaHCKPHUIIUU. [1epBbIii caliT CBA3BIBAHUS 3aHUMAECT
MOJI0KEHUE OT —5 A0 —13 1.H., BTOPOM CalT pacnoyio’keH Ha paccTosiHuu oT —44 no —51 m.H.
(Lioupis et al., 1997).

bruto mokasano (Jones et al., 1995), uTo aByX caiiToB CBSA3bIBAHMS C TPAHCKPUIIIITHOHHBIM
¢dakTopom Pit-1 He Bcerma ObIBaeT 10CTaTOYHO JIS 3P PEKTHUBHON IKCHPECCHUH IeHa TOPMOHA
pocrta. Hammpumep, ipu TpaHc(hEKIMH B OIJI0IOTBOPEHHBIE OOIMTHI MBIIIK ['€Ha TOPMOHA pOCTa
gyenoBeka hGH-N ¢ mpuierarommm mpoMoTopoM, CoAepKamuM TOJIBKO JBa CaiiTa CBSI3bIBAHUS
¢ Pit-1, e ynanock o0Hapyxuth cieno skcnpeccun reHa hGH-N y B3pocibix ocobeit (Jones et
al.,, 1995). B psnge pabor ObLIO MOKa3aHO, YTO YCIEIIHAs 3KCIPECCHs IeHa TOPMOHA pocTa
genoBeka hGH-N B cmcreme in Vvivo HaOmomaercs TONBKO B MPHCYTCTBUH
ceepxuyBcTBUTENBHBIX K JIHKa3e | caiitoB (Jones et al., 1995; Shewchuk et al., 2006).

CeepxuyBcTBUTENBHBIE cailThl (HS) mpencTaBiasioT OTKpbIThIE, HE YHNAaKOBAaHHbBIE B
Hykieocombl ydactkn JIHK B xpomaruHe, KoTOopble HEOOXOAWMBI MJi aKTHBAI[UU
TPAHCKPUMIIMK U TOCIEAYIOIIed BBICOKOYPOBHEBOW TKaHeCNeNU(PHUUHON IKCIpPECcCuu.
[TockoapKy TEHBI TOPMOHA POCTa Y€JI0BEKa BMECTE C TUIAIICHTAPHBIMU JIAKTOTEHAMH B TIPOIIECCE
IBOJIIOLUH CPOPMHUPOBAIIN KIIACTEP, PACTIONOKEHHBIX JAPYT 3a APYTrOM I'€HOB, TO [0 AHAJIOTHH C
KJIaCTepOM TeHOB OeTa-rio0WHa, YYacTKH, COJACpKalllfe CBEPXUYBCTBHTEIBHBIC CAMTHI,
NOJYY/IH Ha3BaHHE — 00JIacTh, KOHTposmpytomas jokyc (locus control region), coxparienHo
LCR (Jones et al., 1995). LCR MoHO paccMaTpHBaTh KaK OJUH U3 KJIACCOB IIHC-3JIEMEHTOB,
KOTOpbIE (YHKIIMOHUPYIOT IJIi W3MEHEHHUS CTPYKTypbl xpomaruHa. [lomoOHoe u3MeHeHHE
CTPYKTYPBl XpOMAaTHHA MOXET MPUBOANTH K aKTUBAIUU WJIH TOJABICHHUIO YKCIPECCHH T'E€HOB.
O6uacTh, KOHTPOJUPYIOILIAs JIOKYC, PACIONIOXKEHA Mepesl KIacTepoM I'€HOB TOPMOHA poCTa U
OXBaThIBaeT y4acTok oT —15 T.m.H. 70 —32 T.1.H. (Jones et al., 1995; Shewchuk et al., 2006).

B cocraB LCR BXOAAT MATH CBEPXUYBCTBUTEIBHBIX CaWTOB. CBEPXUYyBCTBUTEIHHBIC
caiftel HS | 1 HS |l akTuBHBI B XpoMaTHHE KJIeTOK runodusa, cadt HS IV akTuBeH B KiieTkax
mianenTsl, a cailtel HS |1l 1 HS V MoryT ObITh akTHBHBI Kak B KJe€TKax runodusa, Tak U B
kiaetkax 1ianeHTtel (Su et al., 2000; Shewchuk et al., 2006). beuio mokazaHo, YTO

CBEPXUyBCTBUTENbHBINA caiT HS |, pacmonoxxennsiii B paiione —15 T.M.H., UTpaeT HE TOIBKO
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BRXHYIO POJIb B aKTHBAIlMM TPAHCKPHUIIIMH I'eHa ropmoHa pocta yenoBeka hGH-N, HO wu
obecrieunBaeT IpoIiecc aneTuinpoBanus ructonoB H3/H4 ma yuyactke —32 1.1m.H.. [logoOHas
MOJYJISIIIASL  CTPYKTYPHI XpOMaTHHA CIIOCOOCTBYET MPOJODKATEILHOW BBICOKOYPOBHEBOM
skcupeccur reHa hGH-N, kotopyro He MOryr oOecneunTh caiiThl CBs3biBaHust ¢ Pit-1,
pacroyioKeHHBIE B TpWIETalolieM MpoMoTope. B  cBepxuyBcTBUTENBHOM caiite HS |
NPUCYTCTBYET TPH CaliTa CBA3BIBAHHS C TPAHCKPUIIIIHOHHBIM (pakTopom Pit-1: Pit-1-A, Pit-1-B,
Pit-1-C (Shewchuk et al., 2006). Hykneotuanas nocienoBareabHOCTh caiiToB Pit-1-A—Pit-1-C
OTJIMYAETCS OT MOCIIEI0BATEIBHOCTH caliToB Pit-1, acCONMUPOBAHHBIX C TPOMOTOPOM.

OTnuuusi HYKJICOTUAHBIX TIOCIEAOBATEIBLHOCTE HE BIMSIIOT Ha CIOCOOHOCTH
TpaHCKpHUIIMOHHOTO (akTopa Pit-1 B3aumoaeiicTBOBaTh ¢ caiitamMu pacnojoxeHHbiMU B LCR u
B MPOMOTOpHON ob6nactu. OTCYTCTBHE CTPOTOM KOHCEPBATHUBHON MOCIEAOBATEIBLHOCTH
MO3BOJISIET TPAHCKPUMIMOHHOMY (akTtopy Pit-1 MeHsATh KOoHQOpManuio AJii TOro, YTOOBI
YCTaHOBUTHh KOHTakThl Mexnay JHK-cBs3piBatomuMu goMeHaMH W HYKJICOTHIHBIMU
nocienoBaTenbHOCTsIMA. CHUrHAJIOM K W3MEHEHHIO KoHpopmanuu ¢dakropa Pit-1 moxer
CIIYKUTh IPUCYTCTBUE PA3HBIX HYKJICOTHIOB B OJJTHOM U TOM K€ IMOJIOKEHUU: CAUTHI CBS3BIBAHUS
C TpaHCKpUNIIMOHHBIM (pakTopom Pit-1, pacmonoxxeHHbIE B MPOMOTOPE, COIEPKAT TUMHUH, a B
caiitax Pit-1 cBepxuyBCcTBUTENBHOTO caiiTa HS | B 3TOM ke MOJI0KEHUH HAXOAUTCS aJCHUH.
B3aumoneiictBue (hakTOpOB € OCTalbHBIMU CBEPXUYBCTBUTEIHHBIMU CAlTaMH, BEPOSITHO,
MOJIABIISIET AKCIPECCHI0 TeHa ropMmoHa pocta denmoBeka NGH-N B kjaeTkax IutaneHTBl —
naktorpodax (Shewchuk et al., 2006).

J1Jisi TeHOB TOPMOHA POCTA U IIAIICHTAPHBIX JJAKTOI'CHOB YEJIOBEKA M BBICIIIUX IIPHUMATOB
XapakTepHa BBICOKAs CTENEHb TOMOJIOTUH HYKJICOTHAHBIX MOcieaoBarenbHocTel (0omee 94%)
(Su et al., 2000). HecmoTpst Ha Takoe CXOJCTBO JKCIIPECCHUPYIOTCS T€HBI B Pa3HBIX TKaHSIX.
BBICOKOYpOBHEBYIO ~ TKaHECMEIU(PUYHYIO  DKCIOPECCHI0  00ECMEYMBAIOT  pa3IHYHBIC
PETYJISITOPHBIE KOMIUIEKCHI. ODKCIPECCHs IUIANEHTAPHBIX JIAKTOTCHOB PETYJIHPYETCS TaK
HaspiBaeMbIMH P-mociienoBarensHocTsamu (Norquay et al.,, 2003; Norquay et al., 2006).
P-mocnenoBaTelbHOCTH MOIOOHO cBepxuyBcTBHTENbHBIM caiitam LCR (Jones et al., 1995)
00eCIeynBalOT ONTUMABHBIA yYPOBEHb JKCIPECCHUHU IUIAIICHTAPHBIX JAKTOTCHOB B KIIETKaX
TUTALIEHTHI ¥ OJIOKUPYIOT UX 3KCIPECCHIO B KJIETKaX rurnogusa — comatorpodax. Pacmonararorcs

P'HOCJ’I@ILOB&TGJ’IBHOCTI/I B PCryIsITOPHBIX o0macTax AJIBTCPHATUBHOI'O IcHa TOPMOHA pPOCTa



47

(hGH-V) u mnanenrapusix sakrorenoB (hPL-1, hPL-2, hPL-3) na paccrossauu 2000 m.H. oT
tToukn Hauyana Tpanckpumnmuu (Norquay et al., 2003). Hopkseii ¢ coasropamu (Norquay et al.,
2006) moxa3zamu, 4Yro P-mociienoBaTeNbHOCTh CONEPXKUT TpPU CalTa CBA3BIBAHMS C
TpanckpunmuoHHeiMu (pakTopamu: PSE-A, PSE-B u PSE-C. C caiitom PSE-B cBs3biBaercs
TPAHCKPUIIMOHHBIA simepHbId  (akTop-1 (nuclear factor-1, NF-1). NF-1 oTHOCHTCS K
YHUBEPCAJIBHBIM (pakTOpaM M NPUHUMAET Y4YacTHE B PETYJALMHU IKCIPECCHH OOJIBIIMHCTBA
reHoB sykapuor (Norquay et al., 2003). B ciayyae ¢ IulaneHTapHBIMH JIAKTOTCHAMH |
allbTepHAaTUBHBIM TeHOoM TopMmoHa pocta hGH-V, daktop NF-1 Brictynaer B ponu ¢akropa,
o0ecreynBaroero TKaHecHeupUIecKyr0 IKCIPECCUI0 TeHOB B KJETKaxX TManeHThl. CalThl
PSE-A u PSE-C B3aumonelcTBYyI0T ¢ ¢akropamu, KOTOpbie (OPMUPYIOT KOMILIEKC,
MOJIABIISIOMIMKA  DKCIPECCUIO0  IUIAIICHTAPHBIX ~ JIAKTOTEHOB B KJETKax  rumnodwusa.
TpanckpunuuoHHBIN siiepHbId pakxTop remarountoB-3a (HNF-3a), cBs3biBasice ¢ caiitom PSE-
C, ununuupyer B3aumojeicTBue peryistopHoro (akropa RFX-1 (regulatory factor X1) c
¢akropom NF-1 u c¢ caiitom PSE-A. CdopmupoBaBmmiicss KOMIUIEKC OJIOKHPYET MpOIECC
alleTHJIMPOBAHMSI THCTOHOB HA Y4acTKaX XPOMAaTHHA, U IKCIIPECCHS TUIAlIEHTAPHBIX JIAKTOTEHOB
B coMaToTpodax He MPOUCKOIHUT.

ObecrneunBaTh TKaHECTCIM(PUUHYIO OSKCIPECCHIO Te€Ha TOPMOHA pOCTa YEIOBEKa W
IUTALIEHTAPHBIX JIAKTOT€HOB MOTYT HE TOJBKO OTACIbHBIE PETYJSATOPHBIE AJIEMEHTHI, HO U
WU3MEHEHHSI HYKJICOTHIHON TOCIEeI0BATEILHOCTH TPHIIECTAIOIEro MmpoMoTopa. Hampumep,
OTCYTCTBHE 3KCIPECCHH TUIALIEHTAPHBIX JJAKTOT€HOB B TUIIO(H3€ MOKET OTpaxkaTb U3MEHEHHS B
HIOCJIEZIOBATEIILHOCTH, C KOTOPOM CBS3BIBACTCS TPAHCKPUIIIMOHHBIHN (akTop Pit-1. B mianenTe
u3-32 OTCYTCTBHS TpaHCKpHUIIMOHHOTO (akropa Pit-1 rem ropmMoHa pocra MOXKET He
skcmpeccupoBaThess. B rene hGH-V, koTopblii KoampyeT anbTepHATUBHBIA TOPMOH pOCTa,
HaOJTFOTACTCs MATh HYKJICOTUIHBIX 3aMEH B MPOKCUMAITLHOM caiite Pit-1 o cpaBHEHUIO ¢ FTeHOM
hGH-N. Bo3M0XHO, UMEHHO C 3THMHU 3aMEHAMH M C y4acTHEM APYTHX TPAHCKPHITLIUOHHBIX
(haKTOpOB CBA3aHO TO, YTO YPOBeHb dKcrpeccun rena hNGH-V B mialieHTe HIDKE, YeM YPOBCHb
skcnpeccun reHa hGH-N B kietkax runogusa (Perez-Maya et al., 2016).

B nmpoMoTopax Bcex msTH TeHOB, BXOSIINX B KJIACTEP, ObLI HAlIEH CAlT CBSI3BIBAHUS C
TpaHCKpuniMoHHbIM (hakTopom Spl (Jones et al., 1995). TpauckpunumonHsiii dakrop Spl

TaK)K€ W3BECTHBIM Kak Oeliok, cBaseBarommmiicas ¢ GC-00kcoM W aHAJIOTMYHBIMA
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MOCJIeIOBAaTENbHOCTSAMHU, OTHOCHUTCS K CEMEHCTBY TPaHCKPUIIMOHHBIX (akTopoB Sp/KLF
(specificity protein/kruppel-like factor), mpeacraBieH B OOJBIINX KOJIMYSCTBAX, YUaCTBYET B
peryJsiuy TPAaHCKPUIIIIMU MHOXKecTBa reHoB (Briggs et al., 1986; Kadonaga et al., 1987), B Tom
Yuciae M TEHOB, J3KCIPEecCHs KOTOPBIX IPOUCXOAUT B rumnopusze M IaneHrte. JKOHC ¢
coaBropamu otmedaroT (Jones et al., 1995), yro mociemOBaTEILHOCTh CaiiTa CBS3BIBAHUS C
TPAHCKPUIIIMOHHBIM (pakTopoM Spl 4YacTUYHO NEpeKphIBaeTCs € IMOCIEA0BATEIbHOCTHIO
JMCTAILHOTO CalTa CBS3BIBAHUS C TPAaHCKPUIIMOHHBEIM (akTopoMm Pit-1. Bo3amoxkHO, 4TO
¢axTops! Pit-1 u Spl B3auMoAeHCTBYIOT ¢ IPOMOTOpPAaMH IJIALlCHTAPHBIX JAKTOI€HOB M F€HOB
rOpMOHa pOCTa B3aUMOMCKIIIOYAIOIIMM oOpazom. Hampumep, B KieTkax runogusa
NOJIIEPKUBAETCA BbICOKass KoOHLEHTpanus (aktopa Pit-1, xoToOphlii CBSI3bIBaE€TCA C IABYMS
caifTaMu B IpOMOTOpE T'€Ha TOPMOHa pocTa U MHruoupyert neictBue gaxropa Spl. B ycnoBusix
HEXBATKHM TPAHCKPHIIIMOHHOTO (akTopa Pit-1 dhakrop Spl cBsA3bIBacTCS C MUCTATBHBIM CATOM
daxTopa Pit-1, yTo MoO3BONISAET MOAAEPKUBATH TPAHCKPHUITIHUIO ITALIEHTAPHBIX JIAKTOTeHOB PL 1
reHa ropmona pocta GH-V B kjeTkax IutameHTHl Ha onTUManbHOM ypoBHe (Lemaigre et al.,
1989; Barrera-Saldana, 1998).

CaiiT cBsI3pIBaHMSI C TPAHCKPUIILMOHHBIM (akTopoM Spl sBIseTcs Janeko He
CIMHCTBEHHBIM CATOM B IPOMOTOPE I'eHa TOPMOHA POCTa, PACIIOIOKCHHBIM BOIH3H caidToB Pit-
1. Mexay NMpOoKCUMAalbHBIM W TUCTAIBHBIM CaliTaMH CBs3biBaHUS ¢ Pit-1 HaxomuTcs caift
CBSA3BIBAHMSI C TPAHCKPUMIIMOHHBIM QakTopoM ZNn15, nonyuuBiiuii Ha3BaHue Z-60kc. DakTop
Zn15 oTHOCUTCS K CEMEICTBY OENKOB, CO CTPYKTYPHBIM JOMEHOM THIIAa «IIUHKOBBIE MAJIbIBD».
CpaBHeHUE HYKJIEOTHUJHBIX MOCIEI0BATEIbHOCTENH MPOMOTOPA YEJIOBEKA, KPYIHOTO POraToro
CKOTa M TPBI3YHOB MOKa3ano, uTo Z-OOKC BCTpeyaeTcsl y BCEX MCCIECIOBAHHBIX BHJOB, U
HaxoauTcss Ha pacctosHuU —95/-110 Mm.H. OT TOYKHM Hayayia TpaHCKpuIuu. [lomoxeHune u
HYKJICOTH/IHAS [TOCIIEI0BATEIbHOCTh Z-00Kca AocTaToyHo KoHcepBatuBHbI (Lipkin et al., 1993).
Takoe pacnonoxenne Z-60kca B TMPOMOTOpPE TeHa TOPMOHA pocTa o0OecreYnBaeT
B3aUMOJICHCTBUE (PAKTOPOB TPAHCKPHIIIIUU, KOTOPBIC CBs3bIBalOTCSA C caitamu Pit-1 u Z-
O0KCOM, U cTIOCOOCTBYET 3(PPEKTUBHON IKCIPECCUU T'eHAa TOPMOHA POCTA.

TpanckpunuuoHHble (HaKTOPbl, B3aUMOACUCTBYS C MOCIIEI0BATEIBHOCTBIO MPOMOTOPA,
MOTYT KaK aKTUBUPOBATh, TaK U MOJABJIATH NPOLECC TPAHCKPUIILIMH. Y YaCTKU IPOMOTOpPA, IPU

CBA3BIBAHMM C KOTOPBIMU TPAHCKPUILMOHHBIX (PAKTOPOB SKCIPECCUsl I'e€Ha MpPeKpalaercs,
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NOJYYWIH Ha3BaHWE OTPHLATENBHBIX peryssiTopHbix dmeMeHToB (NRE). OrpunarenbHbie
perymnstopusie aneMeHnThl (NRE) coxpansioTcs B mpoMoTope reHa ropMoHa pocTa O0JIbIINHCTBA
miekonuTaromux (Wallis et al., 2001), uckitoueHre CoCTaBiIsIeT IeH TOPMOHA POCTa COOAKU
(Maniou et al., 2004). CTouT OTMETHTD, YTO CBA3BIBAHUE TPaHCKpHUITIHOHHOTO akTopa ¢ NRE
HE TOJABIISIET MPOLECC TPAHCKPHUIIMH TOJHOCTHIO, a TOJICPKUBAET €r0 Ha ONTHMAaJIbHOM
ypoBHe. B mpomotope rena ropmona pocta NRE Beimmonnser QyHkuuio pernpeccopa
U30BITOYHON TPAHCKPHUIIIIUHU. B sKcriepruMeHTax ¢ mpoMOTOPOM I'eHa TOPMOHA POCTa KPYITHOTO
poraroro ckora (bGH), xotopsiii ObII COCAMHEH C PEMOPTEPHBIM TEHOM XJIOpaM(EHUKOJI-
anetunTpancdepaspl (CAT), Obulo MOKa3aHO, YTO MOCE YAAICHHS ydYacTKa IPOMOTOpa,
coaepxkainiero NRE, skcripeccust penoprepHoro reHa B kieTkax Hela yBenuunBanace B 5 pas, a
B kieTkax GHs kpsickl B 2,2 paza (Park, Roe, 1996). B npomoTope rena ropmona pocta Obika
ObUTO HaWICHO TPU OTPHIATEIBHBIX peryasaTopHbix 3jementa (Park, Roe, 1996). NRE1
3aHnMaeT nojiokenne —316/-308 n.H., NRE2 naxoaurcs Ha paccrosaun —259/-251 m.H., NRE3
pacIoioKeH ONMKEe BCETO K TOYKE HWHHUIMAIUN TPAHCKPHUIIUU M 3aHUMAET MOJOKEHHE
—117/-108 n.H.. KoHCeHcycHas mocienoBaTebHOCTh s Tpex anmeMeHToB NRE cocrout u3
neBsath Hyki1eoTunoB (5-AANATGGNG/T-3'), u uMeeT KOHCEPBATUBHYIO 00J1aCTh U3 YETHIPEX
HYKJIEOTUAOB Ommke K S5'-KOHIy. Y Jpyrux MpencTaBUTENeH MIIEKOMUTAIOUUX, KOTOphIE
NPUHAJIEKAT K pa3HbIM oTpsinaM, Obu1l onucaH Toinbko NRE3 wu Oblmo mokaszaHo, 4To OH
YaCTUYHO TIEPEKPHIBACTCS C JAMCTANLHBIM caiitoM cBsizeiBanus Pit-1 (dPit-1) (Lioupis et al.,
1997; Wallis et al., 2001; Maniou et al., 2004). C nocnenoBarenbaocTsiMu NRE, BeposiTHO,
CBA3BIBAE€TCSI MHOTO(YHKIIMOHAIBHBIA TpaHCcKpunMoHHbIN GakTop YY1 (Park, Roe, 1996).

Eme ogHuM »1eMEHTOM, KOTOpBIA MPUCYTCTBYET B OOJIBIIMHCTBE HMPOMOTOPOB TI'€HA
TOPMOHa POCTa MO3BOHOYHBIX JKMBOTHBIX, SIBISETCS SJIEMEHT OTBETa Ha IUKIHMYecKuid AMO®
(UAM®, CRE). Onement CRE mnekonuraromux copepxxut aubo acummerpuunbii TGACG-
MOTHUB, 100 cumMMeTpuuHbli (namuaapomubiil) TGACGTCA-motus (Montminy et al., 1990).
VY Hekoropsix npumaToB (maueiii topu) (Wallis et al., 2001), mapaokonsiTHeix (Maniou et al.,
2004) u rpeizynoo6pasubix (kpoauku) (Wallis O., Wallis M., 1995) B kimoueBom motree CRE
(CGTCA) umeercs psan 3ameH, n3-3a KoTopbix CRE He MOkeT pyHKIIMOHUPOBATh U y4aCTBOBATh
B perysisiiiuu Tpanckpuniuu. C aneMenToM orBeta Ha TAM® cBsA3bIBaeTCA TPAHCKPUIILIUOHHBIN

¢axkrop CREB. CREB mnpunamiexur K ceMmeilcTBy OenkoB, cBs3bBatomuxcs ¢ CRE
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((CREB)/aktuBaropsr daktopa 1 (ATF1)), xoropeie B3aumojeiictBytor ¢ CRE u mocie
bochopunuposanus nporeuHkruHazoi A (PKA) ak THBUPYIOT TPAaHCKPHITIIUIO, B3aUMOICHCTBYS
¢ 6enkamu, csaspiBaronumucsa ¢ CREB (CBP) (Montminy et al., 1990; Arany et al., 1994; Kwok
et al., 1994). Perymsius tpanckpunmuu ¢ yaactueM CREB MokeT mpoXoauTh ¥ B OTCYTCTBHH
anemMeHTOB oTBeTa Ha HAM®. V¥V kpric 3T0 cBsizano ¢ nosBieHneM CREB-ne3aBucumoro ot
HAM® mexaHH3Ma CTUMYJISIUH T'€HOB, coxepskamux caitel Pit-1 (Xu et al., 1998). Benkwu,
csspiBatonriecss ¢ CREB (CBP) B3ammopeiicTByrOT HemocpeacTBeHHO ¢ caiitamu Pit-1 u
SBIISIIOTCS Ko(akTopaMu TpaHCKpuIiimonHnoro ¢akropa Pit-1 (Zanger et al., 1999; Argenton et
al., 2002).

YHuBepcanbHble ()aKTOPHI TOKE YUACTBYIOT B PETYIANNN TPAHCKPHUIIIIUU T€Ha TOPMOHA
pocta. B mpoMoTope reHa ropMoHa pocTta ueioBeKa Ha paccTOsSHUU —267/-289 Mm.H. OT TOYKH
Havajga TPAaHCKPHUNINKA ObUT OOHApYy>KEH CalT CBS3BIBaHHUA Cpaszy ¢ AByMs Qaxrtopamm: AP-2
(activating protein 2) u NF-1 (nuclear factor-1) (Walker, 1991). ®aktopsr AP-2 u NF-1
NPEJCTABISIOT IENbIe CeMEHCTBa (aKTOPOB, KOTOPHIE YYACTBYIOT B PETYJISIHH SKCIPECCHU
OOJIBIIMHCTBA T€HOB AYKapuoT. CTOUT OTMETUTh, YTO B3aHMMOACHUCTBYIOT (DaKTOpPBI C CaTOM
CBSI3BIBAHUS B POMOTOPE T'€HAa TOPMOHA POCTa B3aMMOUCKIIIOYAIOIIUM 00pa3oM. DTO 3HAYMT,
yt0 (aktop AP-2 cBs3bIBaeTcs ¢ 00J1aCThI0 IPOMOTOPA, TOJBKO KOTJa B KJIETKAaX OTCYTCTBYET
dakrop NF-1. HecmoTrpst Ha TO, 4TO JIOMEHBI TpaHCKpUMIMOHHBIX (hakTopoB AP-2 m NF-1,
OTBETCTBEHHBIE 32 cBsi3biBaHUE ¢ JJHK, He nMeroT o01uX CTPYKTYpPHBIX 0COOEHHOCTEH, HATNYne
o0JacTelt boraThIX MPOJMHOM MMO3BOJISIET npeanoyioxuts (Courtois et al., 1990), uro AP-2 u NF-
1 B3aMMOJEHCTBYIOT C OMNpPEICICHHBIM KOMIIOHEHTOM TPAHCKPHUIIIIMOHHOTO MEXaHHU3Ma,
KOTOPBIN SIBIISIETCS] OOIIHUM TSI 3TUX (PaKTOPOB.

[Tomumo (hakTOPOB TPAHCKPHIIIIMHM B PETYJSIIUU IKCIPECCHH T€HOB TOPMOHA POCTa
MO3BOHOYHBIX MOTYT MPUHUMATh Y4YacTHE TOPMOHBI (TOPMOHBI IIUTOBHIHON JKEIE3bl H
rimokokopTukouabl) (Truss, Beato 1993). Perymsnust TpaHCKPHUIIIIUY OCYIIECTBIISICTCS 32 CUET
CBSI3BIBAHUS PEIENITOPOB TOPMOHOB C COOTBETCTBYIONIMMH CaTaMH — 3JIEMEHTaMU OTBETa Ha
ropmonbsl (HRE), koTopsie MOTYT OBITH paccesiHbl IO BCEMY T'€HY, B BCTPEYAThCsl HE TOJIBKO B
POMOTOPHOM o0yiacTH, HO U B uHTpoHax (Yang et al., 1997).

OnemeHT oTrBeTa Ha TUpeouHbie ropMoHbl (TRE) moxkeT npeacraBiars coboi npsaMoi,

a MHOTJIa U MHBEPTHPOBAHHBIN IMOBTOP IBYX rekcaMmepHbix nosycaitos (half-sites) (AGGTCA),
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pa3aenEHHbBIX CIIeHCepOM pa3MepoM OT Tpex 1o matu HykineoTuaoB. (Leidig et al., 1992; Wu et
al., 2001). B mpomoTope reHa ropMoHa pocTta KpbIc mocienoBateibHOocTh TRE mpencraBinena
JBYMsI KOMHSMH HECOBEPIICHHOTO MPSIMOI0 IMOBTOpa, KOTOPBIC OTICNICHBI JAPYr OT Jpyra

yeThlpbMsi HykiIeoTuaamMu (5'-gaaAGGTAAQgatcAGGGACg-3") (Koenig et al.,, 1987).

PacnonaraeTcst aimeMeHT OTBETa Ha THPEOUIHBIE TOPMOHBI HEMHOTO TAJIBIIIE TUCTAILHOTO caiiTa
Pit-1: y xpsic B mosnoskennn —173/—192 m.H. ot Touku Haudana Tpanckpunuuu (Koenig et al.,
1987), y Mbimei B noioxeHun —164/-179 mH. ot Toukn Havyana Tpanckpunmmu (Das et al.,
1996).

Penenrrop Tupeoungnoro ropmona (TR) Moxer cBsa3biBaThes ¢ TRE kak MoHOMEp, MiIH Kak
TeTEPOIMMEP COBMECTHO € perentopoM petrHoeBou KuciaoTel (RXR). CTOUT OTMETHUTH, YTO
y4yacThe B aKTHBAIlMM TpaHCKpuniuu rerepoauMepa |R/RXR moBbimaer 3¢ ¢GeKTHBHOCTD
OKCIPECCHUH TEHOB. Y UENOBEKa THUPEOWIHBII TOPMOH OKa3bIBa€T pa3HOE BIHMSIHHE Ha
HKCIIPECCHIO TEHOB FOPMOHA pocTa U IniarieHTapHbIX jJaktorenoB (Walker, 1991). ITockoabky
TPAHCKPUIIMOHHBIA (hakTop Pit-1 He yyacTByeT B aKTHBAlMK TPAHCKPHUIIIMH ILIAIICHTAPHBIX
JIAKTOTEHOB, €r0 (PYHKIIMH MOTYT BBIMONHATH Jpyrue ¢Gaktopbl. OMHUM U3 TakuX (PakTOpoB U
craHoButcst TR. [lpu B3auMOJEHCTBUU C PEENTOPOM THUPEOUIHOTO TOPMOHA JKCIPECCHS
TUTAlIEHTAPHBIX JJAKTOTCHOB YBEIHMUUBACTCS B UETHIPE pa3a, a SKCIPECCHs TeHa TOPMOHA pOCTa
tonbko B gABa (Leidig et al., 1992). Otnuuatorcs u mocnenoBarenbHocTH TRE wmexmy
IUTAllEHTapHBIMU JIAKTOT€HaMU U TeHOM ropMmoHa pocta. I[locnenoBatensHocts TRE cpenu
TUTAIICHTAPHBIX JIAKTOTEHOB OCTaeTcsi Oojee KOHCEpBATUBHOW, 4Ye€M B TeHE TOpPMOHA
pocta GH-N (Perez-Maya et al., 2016).

Koncencycnas mnocnegoBatenbHOCTh Juisi riatokokoptukouaoB (GRE) mpeacrasasier
co0oi1 HecoBepiueHHbI nHBepTUPOBaHHBIN MOBTOp GGTACANnnTGTTCT, rne npasas 4acTb
noBtopa — rekcanykieorun TGTTCT — 6onee koHcepBaTuBHa, YeM JsieBas (Beato et al., 1989).
Peuentop ritokokoptukousoB cBs3biBaercs ¢ GRE B Buge romoaumepa. Ilpu 3ToM ¢ KaxbiM
U3 TEKCAaHYKJICOTHIOB WHBEPTUPOBAHHOTO IMOBTOpPA B3aMMOJCHCTBYET OJHA MOJIEKYJa
peuentopa (Truss, Beato, 1993). Dnement orBeTa Ha rimokokoptukoubl (GRE) BcTpeuaercs B
MIEPBOM MHTPOHE T'€Ha TOPMOHA POCTa OOJBIITMHCTBA MJICKOMHUTAIOIINX, MAPHOKOIBITHBIX, HO
HUKAaKUX CJIEJOB IMOCTENIOBAaTeNbHOCTH HE ObUIO HaiiIecHO B TeHe TOpMOHA pocTa

rpei3yHO0Opa3Hbix (kpbica, kpoimk) (Wallis O., Wallis M., 1995). I'mokoKOpTHKOUABI |
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TUPEOUTHBIE TOPMOHBI ABJIIOTCS Ba)KHBIMH (PU3MOJOTHYECKUMU PETYJIATOPAMU TPAHCKPHUIILIUH,
IIPU UX COBMECTHOM JEHCTBUM YPOBEHb DKCIIPECCUM I'€HAa I'OPMOHA POCTA IOBBIIIACTCS B

HeckoJibko pa3 (Martial et al., 1977).
1.5.1. CTpyKTypa peryJjsiTOPHBIX YYaCTKOB reHa rOPMOHA pocTa y pbid

HecMoTps Ha TO, 4YTO HYKJIEOTHIIHBIE IIOCJIEIOBATEIHLHOCTH TE€HAa TOPMOHA poOCTa
noJIyueHsl i1 Oosbiioro uncia peio (Ber, Daniel, 1992; Male et al., 1992; Zhu et al., 1992; Du
et al., 1993; Hong, Schartl, 1993; Venkatesh, Brenner, 1997; Rajesh, Majumdar, 2007; Sekar et
al., 2014), wuccrenoBaHHs MEXaHM3MOB, YYaCTBYIOIIMX B WHHUIUAIMA W PETYISIHANA
TPAHCKPUIIIMH, OTPAHUYCHBI OTJACIBLHBIMU MPEJCTABUTEISIME U3 HECKOJIBKHX oTpsioB (Ohkubo
et al., 1996; Bernardini et al., 1999; Sekkali et al., 1999; Almuly et al., 2005; Von Schalburg et
al., 2008). B npomoTope reHa ropMOHa pocTa phIO MPEICTABICHBI CAWThI CBA3BIBAHUS C TAKMMHU
K€ TPAHCKPHUMIIMOHHBIMHU (DakTOpamMu, TOPMOHAMH U JIPYTUMH PETYISTOPHBIMU JIEMEHTaMHU,
KaK U y OOJBIIMHCTBA TIO3BOHOYHBIX KUBOTHBIX. OIHAKO BCTPEUAIOTCS CAWUTHI CBS3BIBAHUS C
TPAHCKPUMIIMOHHBIMU (paKTOpaMH, KOTOpbIE y JAPYTUX TMO3BOHOYHBIX HE OBLUIM OIHMCAHBI.
OOBsCHSIETCS 9TO TE€M, YTO TOPMOH POCTa MOMHMO OCHOBHOW (YHKIIMHM CTUMYJISIIMH POCTa
BBITIONHSET (DYHKIIMHU, CBA3aHHBIE C META0OJIM3MOM YTIIEBOIOB U JTUMUIOB, PETYIISINEH BOTHO-
COJIEBOTO OaaHca M MPOLECCOM Pa3MHOMKEHHUs, a TAaKKe MPUHUMAET yyacTUe B aJlanTaluu K
pPa3IUYHBIM BOJHBIM CpeJlaM IIPH MUTPAIMA U3 MOPCKOTO BOJIOEMa B TPECHBIH M HA000pOT
(Almuly et al., 2005).

TATA-00Kc MpUCYTCTBYET BO BCEX M3BECTHBIX MPOMOTOPHBIX 00JACTSIX reHa rOpMOHA
pocrta pei0 (Ber, Daniel, 1992; Devlin, 1993; Ohkubo et al., 1996; Almuly et al., 2005). 3anumaet
KOHCEPBATUBHOE TIOJIOKEHUE B MPOMOTOPE, pacrojiaracTcs Ha paccTosiHUM —23/—25 IM.H. OT
TOYKM Hayajla TPaHCKPUILMH; HyKJIeoTHaHas nocienosarenbHocTh (TATAAA) uaeHTnuHa
cpeau mpeacTaBuTeNel pasHbIXx oTpsaoB pei0o (Sekkali et al., 1999; Almuly et al., 2005). B
IPOMOTOpax TeHOB TOPMOHa pocTa paxykHou dopenu (Oncorhynchus mykiss) rtGH1 u rtGH2
Obu10 0OHapysxeHo emie aBa T ATA-OoKca, pacmonoKeHHbIX Topa3/o JalblIie OT TOYKH Hayaia
tpanckpuniuu (Yang et al., 1997). Oaun u3 stux TATA-60kcoB (TATAATA) Haxoautcs B
nonoxeHnn —399/-393 m.H. B rene rtGH1 u —402/-398 m.H. B rene rtGH2 cooTBeTCTBEHHO.

Bropoit TATA-60kc (TATAACA) B rene rtGH1 naxoautcs Ha pacctosiauu —657/-651 m.H. oT
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TOYKY Haydaia TPaHCKPHUIIWH, a B reHe 1tGH2 Ha paccrossaun —615/-611 m.H.. OyHKIHS 3THX
JBYX KOHCEHCYCHBIX mocienoBarenbHocteii TATA eme nmoka He sicaa (Yang et al., 1997).

Kak n y GonpmmrHCTBa TO3BOHOYHBIX JKUBOTHBIX, B IPOMOTOPE T€HAa TOPMOHA POCTa PHIO,
NPUCYTCTBYIOT CAMThI CBA3BIBAHUS C TPAHCKPHUIIIMOHHBIM (pakTopom Pit-1, OTBETCTBEHHBIM 3a
TKaHeCTIeIM(PUIHYIO IKCIIPECCUIO I'eHa TopMoHa pocta. [1o nBa caiita cBsizpiBanus ¢ Pit-1 6bu10
obHapykeHO B mpomoTope y keatoxBocrta (Seriola quinqueradiata) (Almuly et al., 2000) u
azuatckoro napanuxra (Paralichthys olivaceus) (Tanaka et al., 1995), B ocTaiabHBIX H3BECTHBIX
POMOTOpPAxX I'eHa TOPMOHA POCTa PhIO KOJMUYECTBO CallTOB CBsi3biBaHuUsA ¢ Pit-1 Bappupyet. B
npomoTtope kenroxBocta (S. quinqueradiata) mepsas mocnemoBatenbHOCTE (TTCAACAT)
pacrioyiaraetcss B mojoxennn —119/-112 m.H., BTopas mocienoBarenbHOCTh (ACCTCCAT)
pacrojoKeHa Ha aHTUCMBICIIOBOM 1enu B mostioskeHnu —112/-105 m.u. (Ohkubo et al., 1996).
[TocnenoBaTeIbHOCTH JBYX CaMTOB CBsA3bIBaHUs ¢ Pit-1 y asuarckoro mapanuxra (P. olivaceus)
0071a/1al0T JAOCTATOYHO BBICOKOM romonoruer (78%) ¢ aHAJIOrMUHBIMHU caliTaMH TPOMOTOpa
pagy>kHOM Qopenu u HaxoAsTcs B mosioxkeHuu ot —70 mo —53 m.H. u ot —133 no 144 n.H.,
cootBeTcTBeHHO (Tanaka et al., 1995).

Y mo3am6Oukckoit twisium (Oreochromis mossambicus) Obut0 0OHapPY)EHO HECKOIBKO
npenoiaraeMbIX MOCIe0BaTeNIbHOCTeH, cBs3biBatonmxcst ¢ Pit-1 (Sekkali et al., 1999).
[TocnenoBaTenbHOCTH OTIAMYANIHUCH HE OOJbIIEe YeM Ha 1 wiu 2 HyKJIeoTHIa OT KOHCEHCYCHOU
nocinenoBatensHocTH  S'-A(A/T)(A/T)TATNCAT-3’, u Obutn  (raaHkupoBaHbl ¢ S5'-KOHIA
obmacteto Ooratoii Hykiaeotuaamu A/T. Psmom ¢ TATA-Ookcom Obula 0OHapyKeHa
BBICOKOKOHCepBaTuBHas nocienoBatenbHocTh (5'-GATGAATTTAAACAT-3') B nonoxeHuu
—56/-42 m.H., KOTOpass BcTpedyaeTcss B OONBIIMHCTBE MPOMOTOPOB APYTHX PHIO M COAEPKUT
NOTEHINAIBHBIA CalT Ui cBsi3biBaHuA c Pit-1, opueHTHpOBaHHBII B 000MX HampaBICHUSIX
(Sekkali et al., 1999). ¥V 3omotuctoro criapa (Sparus aurata) u nateca (Lates calcarifer) momrumo
OCHOBHBIX JIByX caiiToB cBsi3biBaHus ¢ Pit-1 (5'-ATGAATTTAATCAT-3'), KoTOpbIC SBISIOTCS
YacThI0 TAIMHAPOMHOTO TOBTOpa W3 20 HYKJICOTHIIOB, B AMCTAJIbHOH YacCTH MPOMOTOpA
BCTPEYACTCs U HECKOJIBKO JIOTOJIHUTEIIbHBIX caiiToB cBs3biBanus (Almuly et al., 2005). ¥V Bcex
HCCIIEOBAaHHBIX TIPEACTaBUTENEH OTpsIa OKYHE0Opa3HbIX paccTosiHue Mexay | ATA-60kcom u

CaliTOM CBSI3BIBAHHS C TPAHCKPHITIUOHHBIM (akTopoM Pit-1 cocrasisier 12 Hykneotunos. [Ipu
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CpPaBHEHUH C MPOMOTOPAMH TPEACTABUTENCH M3 JAPYTUX OTPSIOB TaKOH 3aKOHOMEPHOCTH HE
BeisiBiieHo (Yowe, Epping 1995; Almuly et al., 2005).

HawnOonpiee 9uciio cadToB CBS3BIBAHHS C TPAHCKPHIIIUOHHBIM (akTopoMm Pit-1 Gbi10
obHapykeHO B 5'-(haaHKUpYIOIIel 00JacTH TeHa TOPMOHa pocTa jtococeBbiXx pei0 (Yamada et
al., 1993; Argenton et al., 1996; Yang et al., 1997; Bernardini et al., 1999; Von Schalburg et al.,
2008). IIpu ucciegoBaHUU TpaHCKPHUIIHOHHOTO (hakTopa Pit-1 pagyxuoii dopeau (O. mykiss)
SImana ¢ coaBropamu nokaszan (Yamada et al., 1993), yto B mpoMoTOpe reHa rOpMOHa pocTa
dopenu ¢ pakTopom Pit-1 cBA3bIBatOTCS HE JBa caiiTa, KaK y MJICKOMUTAIONINX, a YeThipe. Bee
yereipe caita (G1 —238/-220 m.u.; G2 —182/-149 m.u.; G3 —-145/-113 m.H.; G4 —66/—151.H.),
PAcCIIOIOKEHBI JIOCTATOYHO KOMITAKTHO TEpe] TOYKOW Hadana TPAHCKPHIIWHK, Ha YJacTKe
mmnHOoM 300 m.H.. Ha 3TOM y4acTke BCTpe4yaroTcsl CalThl CBA3BIBAHUS | C APYTUMH (DaKTOpaMu
TPaHCKPUIIIMK, KOTOpbIE BMeCTe ¢ caWTamu Pit-1 cOCTaBisIOT aKTUBHBIM IIEHTP IPOMOTOpa
(Yamada et al.,, 1993). Heckonbko caiiToB cBsi3biBaHusi ¢ Pit-1, Obuto 0OHapyXEHO Y
aTmanTudeckoro yococs (Salmo salar) u wassrau (Oncorhynchus tshawytscha) (Von Schalburg
et al., 2008). CTouT OTMETHTh, YTO KOHCEHCYCHas IOCIICOBATEIBHOCTh caiita Pit-1 y pbIO
OTJIMYAETCS] OT KOHCEHCYCHOMW IOCIJIEIOBATEIBHOCTH, KOTOPAasi BCTPEUAETCs Y MIECKOMHUTAIOIIUX
(T/A)T/A)TATNCAT. Otnuuuss B KOHCEHCYCHOW IMOCIENOBaTENbHOCTH Ui caifta Pit-1
BCTpevaroTcs 'y ntuil. Ha ocHoBanuu uccinenosanuii (Tanaka et al., 1992; Yamada et al., 1993)
osuto mpemnoxero (Ohkubo et al., 1996) BBecTr HOBYIO KOHCEHCYCHYIO MOC/ICIOBATEILHOCTD
((T/A)NCTNCAT), nist caiitoB cBsi3biBaHus Pit-1 y KOCTHCTBIX PBIO U NTHII.

Y  KOCTHCTBIX pbIO Takke, Kak M Yy Miekonutamomux, HAM® npuHumMaer
HETOCPEICTBEHHOE YUaCTUE B PETyJISIIIMY TPAaHCKPUIILIMU. B mpomMoTope phIO 351eMeHT OTBETa Ha
nAM® (CRE) mpencrasnen acummerpuuHoit nocnenoBarenbHocthio TGACG. B nmpomoTtope
reHa ropmona pocra sareca (L. calcarifer) (Almuly et al., 2000), Takxe, kaKk ¥ B MPOMOTOPE
dopemn (O. mykiss) (Argenton et al., 1996), 3TOoT 37IeMEHT pPACHIOJIOKEH MEKIY ABYMS
(GYHKIIMOHAILHBIMA CalTaMH CBSI3bIBAHHMS C TPAHCKPUIIIMOHHBIM (akTtopoMm Pit-1, HO
OTHOCHUTEJIPHO TOYKM Hayaia TPAaHCKPUIIIUU dJIeMEHT oTBeTa Ha NAM®D y nmateca u ¢openn
3aHUMaeT pas3Hoe mnoJjiokeHue. IlonokeHne NpOKCUMAaIbHOIO caiita CBA3bIBaHHS ¢ HAMO®
HIOJTHOCTBIO COBITAJIAET y PBIO, OTHOCSIIUXCS K OJHOMY OTpsity okyHeoOpasubeie (Almuly et al.,

2005): 3omoTuctseiii criap (S. aurata), narec (L. calcarifer) u sxenroxsoct (S. quinqueradiata). B
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npomMoTope y 3oiotucroro cmapa (S. aurata) m skenaroxsocta (S. quinqueradiata) Obutn
obHapyskeHbI aBa gonoaHuTeabHbIx CRE smemMenHTa, KOTOphIe HE CONMpsuKEHBI ¢ caitamu Pit-1.
BepositHO, 4TO Y 3THX BUI0B B3auMojeicTBre ¢ TAM®D npoucxoauT HE HAMPAMYIO, KaK ObLIO
nokazano mus ¢openu (O. mykiss) (Argenton et al., 1996), a ¢ ucmonp3oBaHHEM APYTUX
MexaHu3MOB. Tak, B mpomorope Mmo3amOmkckoi Ttwrsamuu (O. mossambicus) He ObuUIO
oOHapyxeHo HHM ojaHou mocienoBatenbHOocTH CRE, a Oenku, cssweiBaromuecs ¢ CREB,
NPUHUMAIOT Y4acTHE B TPAHCKPHIIIHUHU, B3aUMOJCHCTBYS HEMOCPEICTBEHHO C caitamu Pit-1
(Sekkali et al., 1999). (Cormacuo coBpemenHoii cucrematrke (Betancur-R et al., 2017),
TIEPEYHCIICHHBIE BUJBI OTHOCSATCS K CAMOCTOSTEIBHBIM OTPsAaM: 30JI0THCTHIN crap (S. aurata)
— oTpsaA cmapooOpasHbie; jkeaToxBocT (S. quinqueradiata) — oTpsin cTaBpHI000pa3HbIC,
Mo3amoOukckas Trisnus (O. mossambicus) — oTpsin nux000pa3HbIe).

BMmecte ¢ TkanecmenuduuHbiM (pakTtopoM Pit-1, HemocpeacTBeHHOE ydacTHe B
PETyJISIUN TPAHCKPHIIIIUA TeHa TOPMOHA pOCTa Y PHIO TPUHUMAIOT TIFOKOKOPTHUKOHIBI,
perenTOpsl PETUHOCBOW KHCIOTHI W TEPUOHMIHOTO TOPMOHA. Perymsamus TpaHCKPHUIIUU
OCYIIECTBIISIETCS 32 CUET CBSI3BIBAHUS KOMILJIEKCA PEIENTOPOB TOPMOHOB C 3JIEMEHTaMU OTBETA
Ha ropmonbl (HRE), koTopble BcTpedaroTcs He TOJIBKO B IPOMOTOPE, HO U B JPYTUX YACTSAX I'eHa
(Beato et al., 1989). B mpomoTope reHa ropmoHa pocta paayxHoi dopean (O. mykiss)
bepuapnuau ¢ coaBropamu (Bernardini et al.,, 1999) Obuta ommcana MOC/IEAOBATEIBHOCTD
anemeHTa otBera Ha Tiokokoptukouabl (GRE) (TATACTnNNnTGTTCC). Ona oTiuvaetcs
UCTaJIbHBIM TrekcanykineoTunom ot mociemoBatensHocty GRE (GCTACAnNnTGTTCT),
OMMCAaHHOW /I YeJOBeKa W HEKOTOPhIX NPHUMATOB, HO HMEET YacCTHYHOE CXOJCTBO C
MOCIIEZIOBATENILHOCTSIMU KOTOPBIE B3aUMOACHCTBYIOT C TITIOKOKOPTHUKOUJIAMH B TIPOMOTOPE T'eHa
TOPMOHA POCTa KPBICHI M JIPYTUX MpencTaBUTeNeil miekonuratomux. [IpokcuManpHas dacThb
nocienoBarensHoctd GRE (TGTTCT) B mpomoTope panyskuoit dopenu (O. mykiss) yactuano
nepeKpeIBaeTcs ¢ caiitom F2 TpanckpunumonHoro ¢axtopa Pit-1, a aucransras gacte GRE
OTJIeJIEHA BCETO TPEeMs HyKJICOTHAAMH OT deMeHTa oTBeTa Ha HAM®. Takum o6pa3oM, 1aHHAs
007acTh MOXET TPENCTaBIATh COOOM COCTaBHOW SHXAHCEP, KOTOPBIA OOeCreYnBacT
NOJHOIICHHYI0 Pit-1-3aBrcuMyto 0a3ajibHYI TPAHCKPHIIIUIO [C€HA TOPMOHA POCTa pajayKHOM
dopenu U peryimmpyer ero SKCIPECCHI0 B 3aBUCHMOCTH OT (PU3HOIOTHYECKUX MOTpeOHOCTEH

(Bernardini et al., 1999; Argenton et al., 2002). ¥ 3omorucroro cnapa (S. aurata) ooHapyxeHbI
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TOJILKO JIBE TipokcuMaiibHbie yactu anemMeHTa GRE (Almuly et al., 2005). PaccrosiHue mexmy
HUMH cocTaBisieT 20 HYKJICOTHUIOB, a OTHOCHTEIBHO TOYKM Havaja TPAHCKPHIIIUU OHHU
HAXOMATCSA TOpas3ao JAajbllie, yeM B mpomoTope paayxHou ¢openu (O. mykiss). Caiitos
cBs3piBaHusl ¢ TAM® psagom ¢ snemeHtamun GRE oOnapyxeHo He OBLIO, BEpPOSTHO, Y
30J10THCTOTO crapa (S. aurata) tAM® 1 TITIOKOKOPTUKOUIBI HE OKAa3bIBAIOT B3aUMHOT0 () exTa
Ha peryisnuto Tpanckpumiuu (Almuly et al., 2005).

OnemeHTs! oTBeTa Ha peTuHoeByI0 KHCIoTy (RARE n RXRE) coctosT o0buHO U3 ABYX
npsaMbiXx TOBTOPoB (AGGTCA), pa3aeeHHbIX MATHI0 WU IBYMsI HYKJICOTHAMHU, C KOTOPBIMHU
CBSI3BIBACTCS PEIICTITOP PETUHOCBOM KHUCIOTHI. PerenTop peTMHOCBOW KHUCIOTHI MOXKET OBITh
npeacTasiieH Kak B hopme romoaumepa (RXR/RXR), tak u B popme rerepoaumepa (RAR/RXR)
(Blomhoff, Blomhoff, 2006). Caiir cBs3bIBaHUS C TeTEPOJUMEPHON (GOpPMOHN perenTopa
perunoeBoii  kucinotel (RAR/RXR) (5'-TCACATacaaaaacCAGGTCC-3') Bcrpeuaetcss B
npoMoTope reHoB ghl u gh2 armantuueckoro sococs (Salmo salar), gaBerau (Oncorhynchus
tshawytscha) (Von Shalburg et al., 2008) u paxyxHoit hopenu (O. mykiss) (Yang etal., 1997) B
nosioskeHnn —106/—125 1m.H. OT TOYKHM MHUIIMAIIUN TPAHCKPHITIIHH.

[TocnenoBarenbHocTh TRE, ¢ koTOpoll B3aMMOIEWCTBYET peLEenTop TUPEOUTHOTO
ropMoHa, He ObUIa OmUcaHa ISl TPOMOTOPOB TE€Ha TOpMOHa pocta pb0. OnmHako B
IKCHEPUMEHTAX IO OLIEHKE TOPMOH-3aBHCUMOI TPAaHCKPHUIILIUY B IEPBUYHON KYJIBTYpE KIETOK
runousa Kapra NPy OJHOBPEMEHHOH TpaHC(HEKIHH PEeHenTOpOB THPEOWTHOTO TOPMOHA,
PETHHOEBON KHCIOTHI M T'€Ha JIoIU(epasbl, HaXOAALIErocs: MoJ; KOHTPOJIEM MPOMOTOpa reHa
TOPMOHA pPOCTa AaTIAHTUYECKOTO JIOCOCS, YNAlIoCh 3a(HUKCHPOBATh JOCTATOYHO BBICOKHMA
ypOBeHb dKcmpeccuu pernoprepHoro rena (Farchi-Pisanty et al., 1997). B nmpucyrctBun aByx
dopm penentopa TtupeougHoro ropmonHa, TRo u TR, skcmpeccust rena mrormdepass
yBEIMYMBAJIACh B J[BA W JIECATh pPa3, COOTBETCTBEHHO. A TIpH BO3JICHCTBHHM Ha KIICTKH
TPUHOATUPOHUHOM AKTHBHOCTh JKCIPECCHM YyBEJIMYMBAJIach B TSATh pa3 B NPUCYTCTBUU
peuentopa TRo u B Tpuauare nsath pa3 B npucytctBuu peuentopa TRP (Farchi-Pisanty et al.,
1997). [1pu cCOBMECTHOM JICHCTBUH PELIENTOPOB THPEOUIHOTO TOPMOHA M PETUHOEBOH KHCIIOTHI
(RARo 1 RARY) skcmpeccust rena sronudepasbl yBeIHUUBAIACH B TPUALATH MATh pa3 MpU
B3aumoyeiicteun perentopoB TRB/RARa um TRP/RARy u B mlecTHagmate pa3 mpu

B3auMojiericTBuu npomoTopa ¢ perentopamd TRa/RARo u TRa/RARy, cooTBeTcTBEHHO
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(Sternberg, Moav, 1999). B3aummopelicTBue ¢ penentopamMu TUPEOHTHBIX ropMoHOB (TR)
yKa3bIBaeT Ha MPUCYTCTBHE 3JIeMeHTa oTBeTa | RE B mpomoTope pbi0, a yBenuyeHUEe ypoOBHS
AKCIIPECCUM TIPU COBMECTHOM Bo3jaeWcTBHM peuentopoB TR m RAR moarsepxknaroTr, 4To
rerepoaumMepsl TR/RXR saBnstoTcst Haubosee akTUBHON (POPMOIA P peryIsiiui TPAHCKPUIIIIUH
(Kliewer et al., 1992; Sternberg, Moav, 1999).

B mpomoTope rena ropmona pocta 30;10THCTOrO0 criapa (S. aurata) (Almuly et al., 2005)
BCTpEYAIOTCS MpeAroiaraemMple cailTel cBsa3biBanus ¢ pakropamu N-Oct-3, HNF-3 u MEF-2,
KOTOpbIE HE SBISIIOTCA TKAHECTIEIM(PUUHBIMU U YYaCTBYIOT B PETYJSIUU TPAHCKPUIIIHH
OOJIBIIMHCTBA TE€HOB. ABTOPHI OOBSCHSIOT MPHUCYTCTBUE B TIPOMOTOPE CAWTOB CBS3BIBAHMS C
TUMHU (paKTOPaAMH TE€M, UYTO IKCIPECCHs TeHa TOPMOHA POCTa y PBIO HE OTPaHUIUBACTCS TOIBKO
runou3oM, a MOXKET NPOTEKaTh M B JAPYTUX TKAHIX: B KaOpax, cepiile, KUIICYHUKE U B
JelKonuTax nepruepuuecKux KPOBEHOCHBIX COCYIOB. DKCIIPECCHs TeHa TOPMOHA POCTa B 3TUX
TKaHSX MOXKET OTIIMYATHCS OT SKCIIPECCHU B TUITO(H3E U HE 3aBUCETh OT Pit-1, a mpucyrcTeue B
IPOMOTOpPE CAWTOB CBSI3BIBAHHUSA C JAPYTUMH TPAHCKPUIIIMOHHBIMU (aKTOpaMH IO3BOJISET
peryaupoBaTh TPAHCKPUIIIUIO B 3THX TKaHsIX. BeTpedarores B MpOMOTOpE 30JI0THCTOTO CIiapa
(S. aurata) mwmkpocareuMTHbIe W uHBepTHpoBaHHbIe moBTOpHl (Almuly et al.,, 2005).
Huuykneotuansiii moBTop (CA)14, pacmonokeH Ha pacctosHuu —-90 mT.H. OT Hayana
TPAHCKPHUIIHMH, PSJIOM C IpeanojaraeMbeiM caiiTom cBsizbiBanus ¢ Pit-1. Camas qucranbHas
4acThb IPOMOTOpPA COAEPKUT JBE MHBEPTUPOBAHHBIC IOCIEIOBATEIBHOCTH UIMHOW 60 ILH.,
pacrooKeHHble Ha paccTosHud —1275 mH. u —1645 n.H.. DTOT UHBEPTUPOBAHHBIA MOBTOP
UMeeT MOTeHIHaN A7 GOPMUPOBAHUS CTAOMIBHON CTPYKTYPHI CTEepKHA 13 60 I.H. ¥ IEeTIn U3
311 m.ua. (Almuly et al., 2005).

CaiiTbl CBS3BIBAHUS C TPAHCKPUIILIMOHHBIMH (paKTOPaAMH BCTPEUAIOTCS Y PhIO HE TOJIBKO
B MPOMOTOPHO# 001acTH, HO U B UHTPOHAX T€HA TOPMOHA pocTa. B TpeTbeM MHTpOHE (MHTPOH
C) y pamyxHoii ¢popenu (O. mykiss) B cocraBe aByx AT-0orateix obsacteil ObLTH 0OHAPYKEHBI
KoHceHcycHble nocnenoBareabHocTU (A/T3NCAT), xapakTepHble NIl CATOB CBS3BIBAHUS C
Pit-1 (Yang et al., 1997; Bernardini et al., 1999). V pasubix BugoB poaa jabdeo (Labeo)
KOJIMYECTBO CAWTOB CBs3bIBaHMs ¢ Pit-1, HaliieHHOE B TpeTheM MHTpOHE, BapbupyeT (Rajesh,
Majumdar, 2007). B yerBepToM uHTpoHe (MHTpOH D) y aTimantudeckoro jococs (S. salar) u

yapbum (O. tshawytscha) Obu1 00HapyskeH dyieMeHT oTBeTa Ha HAM®, KOTOPBIN OTIIMYACTCS OT
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aementa CRE B mpomorope TeHa ToOpMOHa pocTa, W TMPEACTABICH MATUHIAPOMHOM
nocinenoBarenbHOCTEI0O (ACTGCAGT) (Von Schalburg et al.,, 2008). DnemeHT oTBeTa Ha
sctporedbl (ERE) Obl1 maeHTH(HIIMPOBaH TOJBKO B OJHOM I'eHe ropmona pocrta (rtGH1)
panyxuoit popenu (O. mykiss), 8 uarpone C (Yang et al., 1997). OnHako y aTIaHTHYECKOTO
aococs (S. salar) u gaBeum (O. tshawytscha) smemeHT oTBeTa Ha ACTPOTEHBI BCTPEYACTCS B
npomMoTopHoii ob6mactu rerHa gh2 (Von Schalburg et al., 2008). B cBoeii padote Sur (Yang et al.,
1997) npuBOAMT TOCJIENOBATEIBHOCTH, OTBETCTBEHHBIC 32 CBS3BIBAHUE C PEIENTOPAMHU
TUPEOUTHOTO rOpMOHa, pETUHOEBOMU KHUCIIOTHI, MporecTepoHa, aHJpOTeHa,
MUHEPATIOKOPTUKOUIOB, KOTOPBIE BCTPEYAIOTCS B MHTPOHAX T'eHa ropMoHa pocta. Ho B Toxke
BpEMSI TOJIOKEHUE ITUX CAWTOB B WHTPOHAX, (DYHKIHS, KOTOPYIO OHHU BBIMOIHSIIOT, IyTH HUX
B3aMMO/ICHCTBUS MEXKIy cOOOW U BIMSHUE IPYT HA JIpyra aBTOPOM omucaHbl He OblH (Yang et
al., 1997).

Takum 00pa3oM, reHbl TOPMOHA POCTA UCCIIEIOBAaHBl BO MHOTUX TPYyMIaxX MO3BOHOYHBIX
KUBOTHBIX. CTpyKTypa TEHOB B IICJIOM CXOJHA, XOTS HMEIOTCS pasznuums. HawmGoiee
WHTEPECHBIM HaM TPEJCTaBISETCS TOT (PAKT, YTO y JIOCOCEBBIX PHIO WMEETCS JiBa TeHA.
YuuThIBas, 4TO 3TA rPyIIa IBOJTIOIMOHNPOBAjA B TCUCHUH JUTUTEIBHOTO BpeMeHH (25—100 mutH.
JIET Ha3aJ), MOKHO OBLIO MPEAIoaraTh, YTO 3TH T'€Hbl MOTJIU CYO(QyHKIIMOHAIM3UPOBATHCS.
[TproGpereHre HOBBIX (YHKIUN JOMKHO OBUIO COMPOBOXKIATHCS M3MEHEHHEM MEXaHHU3MOB
PETYISAIMU  DKCIIPECCHM TEHOB, YTO HamOoJiee BEpPOSITHO OOYCIOBIICHO W3MCHCHUSMH B
perynstopHbix dnementax (Kamenckas, bpeiko, 2020). CpaBHUTCIBHOMY aHAIU3y

PEryisTOPHBIX YYAaCTKOB T'€HOB U MOCBSIIEHA 3Ta padoTa.
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I'JIABA 2. MATEPHUAJIBI U METO/IbI

2.1. OO0BeKTHI HCCJIETOBAHUA

B kxadyecTBe OOBEKTOB HCCIEAOBaHUS OBbLIH BBIOpAHBI YEThIPE BHJA TOJBIOB pOJa
Salvelinus u3 ceBepo-3amaaHoii yactu Tuxoro Okeana (Tad. 2.1). MaTepua s HCCIIC0BaHUS
ObUT B3AT W3 KOJUICKI[MHM MpenapaToB (UKCUPOBAHHBIX TKaHEH J1a0OpaTOpPUU TEHETHUKU
HannonansHOro HayuHoro meHTpa mopckoit ouonoruu uM. A. B. XKupmynckoro IBO PAH. B
paboTe OBbLIO MCIOB30BAHO MO OJHON 0COOM OT Kakaoro Bujaa. Hibke MPUBOIUTHCS MOJTHOE
CHCTEMaTHYeCKOE MOJI0KEHHUE POia UCCIIeyEeMbIX BUIOB rojibiioB poaa Salvelinus.

Tun Chordata — Xopaossie
IToatun Vertebrata — [To3BoHOYHEBIE
Hudparun Gnathostomata — YenroctHopoThIe
['pynma Osteichthyes — KocTHble pbIObI
Kiacc Actinopterygii — Jlyuemnepbie pbIObI
[Monkmacc Neopterygii — HoBonepsie pbiObI
Wudpaxnacc Teleostei — Koctuctoie peiObI
Hanotpsn Protacanthopteryqgii
Otpsin Salmoniformes — JlococeoOpa3Hbie
CemeiictBo Salmonidae — JlococeBbie
IToncemeitctBo Salmoninae — JlococeBbie
Pon Salvelinus Richardson, 1836 — I'omb1st
S. curilus (curonum S. malma krascheninnikovi) Pallas, 1814 — roxnas
azpaTcKas MajbMma

S. levanidovi Chereshnev, Skopets, Gudkov, 1989 — roserr JleeanugoBa
S. malma Walbaum, 1792 — ceBepHas maibMa

S. taranetzi Kaganowsky, 1955 — roser Tapaniia
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Tabnuma 2.1 — Mecrta cOopa maTepuaiia

Bun

Mecto cbopa

I'eorpaduueckoe mnoynoxeHue

Bacceiin

[upota/lonrora

3an. Kponoukuii, 6acceitn

54°41'59.8"N 160°22'00.2"E

Salvelinus malma 03. Kpokyp I1-oB Kamuarka, A3us
Tuxoro oxkeana 54.699950, 160.366727
] . O. Caxanus, I0ro-BOCTOYHOE 47°10'18.0"N 143°01'52.2"E
Salvelinus curilus Pyd. AnuBa Bacceitn OxoTckoro Mopst
nooepexne 47.171652, 143.031156
) o MatepukoBoe nooepexsbe, Smckas ry6a, Gacceitn 59°36'54.8"N 154°12'11.2"E
Salvelinus levanidovi P. SIma
Azus Ox0TCcKOro Mopst 59.615215, 154.203101
MelHBIIUIBrMHCKAS
) ) Os. MarepukoBoe nodepexne, 62°36'41.0"N 177°12'50.7"E
Salvelinus taranetzi 03epHO-PEYHast CHCTEMA,
[TexynbHeiickoe Azus 62.611393, 177.214086

6acceitn bepunrosa mops
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Hyxneotnaabie mocnea0BaTeIbHOCTH PETYISTOPHBIX 00JIACTEH, YETHIPEX BUIOB TOJIBIIOB
poma Salvelinus, 6s1u moOaBimensl B GeneBank NCBI k yke pa3MelleHHBIM TaM paHee
HYKJICOTUIHBIM ITOCIICIOBATEIIBHOCTSAM CTPYKTYPHOW YaCTH T€HA TOpPMOHA POCTa (IK30HBI H
UHTPOHBI) (Tabm. 2.2).

Hns CPaBHUTEIBHOTO aHanusa ObLTH HCTOJIb30BAHBI HYKJICOTH/IHBIE
MOCJIEZIOBATENIbHOCTH T€HOB TOPMOHA POCTA APYTUX BUAOB JJOCOCEBBIX PBIO, MPECTABICHHBIX B
0aze panHbix GenBank (NCBI) ans xotopeix u3BecTHbl 5'- u 3'-¢naHkupyromue o0nacTu
(tabu. 2.3).

Tabnuna 2.2 — Homepa nocienoBateabHOCTEH TeHOB §h Mccie10BaHHBIX BUIOB TOJIBIIOB

B GenBank
T'en
Bun

ghl gh2
Salvelinus malma KF772972 KF772976
Salvelinus curilus KF772971 KF772975
Salvelinus levanidovi KF772974 KF772978
Salvelinus taranetzi KF772973 KF772977

Tabnuna 2.3 — Homepa nocnenoBatenbHOCTEH TeHOB gh 10cOCEBhIX U3

GeneBank
I'en
Bun
ghl gh2
Oncorhynchus keta L04688
Oncorhynchus mykiss J03797
Oncorhynchus nerka U14551 U14535
Oncorhynchus tshawytscha EU621900 EU621901
Salmo salar EU621898 EU621899
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2.2. Boigeaenme JHK

Toraneuyro JIHK Beiaensin meTonoM XaopodOpMHOIM SKCTpaKIMK U3 TKaHEH cepiua,
bukcupoBanueix B 96%-mom ortanone (3acmaBckas u ap., 2009). Kycouku TkaHH
roMmorenusupoBaiu B 500 Mk nusupyromiero 6ydepa, cogeprxainero 100 MM tpuc-HCI pH =
7.5, 100 MM NaCl, 50 MM D/ITA pH = 8.0, 50 mxn 10% nonemwmncyibsdarta HaTpust U 1,5 MK
nporenHasbl K (B koHmenTpamuu 10 mr/min) u uaKyoupoBanu npu 54°C 2—3 yaca 10 TOJIHOTO
IPOCBETIEHUS JIu3arta. 3aTeM n1o0asisuin 1,5 Mk pubonykieassl A (B KoHUeHTpauuu 10 mr/mi)
u uakyouposanu rpu 37°C B Teuenne 40 MuH. J[Ba>kIp1 1ETPOTEUHU3UPOBATN 00pa3IIbl paBHBIM
oobemom xsopodopma 10—-15 mun. Lentpudyruposanu 8 mun mpu 10 000 06/mun. BepxHioro
bpakiuioo oTOMpanIM, 3aTEM OCAKIAIM JBYMS—TpeMs OObEeMaMU JTHIOBOTO CIHUpPTAa C
nob6asnenuem 10 mxi SM xnopuna Hatpust. Ocagok JJHK nentpudyruposamm 8 mun mpu 10 000
00/MuH, cymmnu u pactBopsiid B 1 XTE-Gydepe, cogepxamem 10 MM tpuc-HCL pH=7.5u 1
MM D/ITA, pH = 8.0. ITocie nonHoro pacrBopenust JJHK npoBepsiiin ee kauecTBO U OLIEHUBAIN

KOJIMYECTBO TOJIYUYESHHOTO MaTepraja ¢ IIOMOIIBIO 3JIeKTpodopesa B arapo3HOM Telle.
2.3. Amnauduxaunus

Jlns amrotrdukanyy GJIaHKUPYOIIUX Y4acTKOB reHoB ropMoHa pocta ghl u gh2 rosbiios
poma Salvelinus, ¢ momormipio mporpamm Primer Premier 5 (Lalitha, 2000) u Primer 3

(https://bioinfo.ut.ee/primer3-0.4.0), ObtM  pa3paboTaHbl  MATh  Tap  NPaliMEpoB,

MpeACTaBICHHBIX B TabmuIe 2.4.
Tabnuua 2.4 — [Napel npaiiMepoB, UCIIOIB30BaHHBIE IS AMITTH(PHUKAINH (PIaHKUPYIOLIHX

yuacTkoB reHoB ghl u gh2 (Kamenckas u np., 2015)

Ne | TTapsl npaitmepoB [TocnenoBatenbHOCTD 5'—3'
1 ghpf2 TGATGATAACAAGACCCTGTC
ghpr TGGTACACTGACTCCCCACT
5 gh2pfl TGTCATCTACAGTACCACAGCG
gh2prl TGGCACTAAATTACTTGTTCACTC

IIpooonowcenue mabauyol 2.4.


https://bioinfo.ut.ee/primer3-0.4.0
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ghlpfw AACCGTTGTATAGTGCTCTTTT
3 ghlprw ACACATACAACACAAACCTCTG
ghltf2 GTTCATTGATCAAGACTGTTCC

) ghltr22 GTAGAGGTCCTTGTGAATTTTAGG
gh2tf CAAGACTGGTCTCGAGAAAGTC

° gh2tr TCCAAGGGACACAATAGGAATGTT

Avmudukanyo — (QIAaHKUPYIOOIMX  YYacTKOB  MPOBOJWJIM C  HCIOJb30BAaHHUEM
KJIaCCHYEeCKOM mojuMmepasHoit 1enHoi peaknuu (I[TLP) B Tepmonumkiepe Eppendorf
Mastercycler (Eppendorf, I'epmanus). B cocraB peakIMOHHON CMECH BXOJMJIU CJICAYIOIINE
kommoHeHTol: ToTanbHas JIHK — 20-50 wur; 10x0ydep DreamTaq (comepkammit KCI,
(NH4)2SO4 m 20MM  MgCl)) - 2,5 wmrn (Thermo Scientific, CIIA), cmech
nesokcunykiaeoruarpudocdaros (ANTP) (2,5 MM kaxmoro) — 2,5 mkin (Cubu3uM, Poccus);
npaiimepsl (2,5 MxkM) o 2,0 Mk kaxxaoro, DreamTag-monmumepasa — 1,5 exa. (Thermo Scientific,
CIIA) u 15 MK A€MOHU30BaHHOW BOJIBI O OOIIEro oobema peakuroHHOU cMmecH 25 M. C
MOMOINBI0 TPaJleHTa TeMIepaTyp OTKWTa OBUTM TMOAOOpaHBl  CIEAYIOIINE YCIOBHUS
amrutuukanuu. s ammmudukarym odaactu npoMotopa reHoB ghl u gh2 ucnons3oBaiiu Tpu
napsl npaiimMepoB: ghpf2/ghpr, gh2pfl/gh2prl u ghlpfw/ghlprw. IILHP nposogwiu npu
CIEAYIOIIMX YCIOBUSIX: HauanbHas neHarypauusa (94°C — 5 muH), pamee s 35 IUKIIOB:
nenarypamust 94°C — 1 mun; omkur 55°C — 1 muH; cuHTe3 HOBBIX ueneit 72°C — 1 MuH u
OKOHUaTeNbHas noctpoiika mneneit 72°C — 5 muH. O61acTh TEPMUHATOPA aMITTUPUITUPOBAIIN C
UCIOJIb30BaHueM map mpaiimepoB ghltf2/ghltr22 u gh2tf/gh2tr mns ghl u gh2 renos,
COOTBETCTBEHHO, MPHU CICAYIOIIUX YCIOBUAX: HadalbHas neHaTypaiusa 94°C — 5 mun, misa 35
uukioB aeHarypauus 94°C — 1 mun; omxur 60°C — 1 muH; cuHTe3 HOBBIX 1enen 72°C — 1 muH;
Y OKOHYaTeJIbHasA focTpoiika neneut 72°C — 5 MuH.

[TpoaykTel ammundukanmu ObUTH pa3aesieHbl ¢ UCIIOIB30BaHNEM AeKkTpodopesa B 1,2%-
HOM arapo3HoMm reje B 0,5xtpuc-6oparaom (TBE) Oydepe (89MM tpuc, 89mMM GopHas kuciora,
2,5»«M DJITA, pH=8.0), oxpamennom 6pomuctsiM dTHaueM (EtBr) (3,8-aumamuno-6-3THN-5-
benundenantpuauymoOpomun). Ilo 2 mxu [NIP-nponykra cmemmBanu ¢ 2 Mk 10x Gydepa mst
HaHeceHus o6pasioB (0,025 r 6pomdenonoBoro cunero bAC, 4 mn raunepuna, 5 mu 0.5M

ONTA, pH=8.0) u BHOCWIN B JIyHKHU B Tene. s onpeaesneHus UIMHbI aMIUTA(QUIIIPOBAHHOTO
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dbparmenta wucnonb3oBasics crangaptaeii  JIHK-mapkep (100+bp+1,5kb  DNA ladder
(CubDH3uM, Poccus)). Pesynbratel anekTpodope3a npocMaTpuBaii U PErHCTPUPOBAIH B Tellb-
nokymentupyroomeii  cucteme GelDoc XR (BioRad, CHIA) wu B mnpoxoasmem
yIbTpaduoIeTOBOM CcBeTe ¢ JiauHOW BoJHBI (365 HM). [lanmee momydeHHble (parMeHTHI

WCTIOJIb30BAJH JIJTSI KIIOHUPOBAHUS U CEKBCHUPOBAHUSI.
2.4. MoaexkyJsipHoe KIOHHUPOBaHUE

MomnekynsipHOe KIOHUPOBAaHUE — 3TO COBOKYIHOCTb 3KCIIEPUMEHTAIBHBIX MPOLEIYD,
MO3BOJISIIOIIAST OCYILECTBISATh MEPEHOC T'€HETUYECKOTo MaTepuajia M3 OJHOrO OpraHu3ma B
npyroit. KimonupoBanue naét BO3MOXHOCTh Pa3MHOXKHUTH HYkHbIe ¢parmentsl JIHK in vivo.
KnonupoBanue BKIIIOYAET CIEIYIOUIUE 3TAIlbl: JIUTUPOBAHUE, TpaHC(HOPMALIUIO, ITOCEB KIETOK
Ha yamku [letpu co cpenoii, naeHTUDUKAIUIO U OTOOP KOJOHUHM, HECYIIIUX PEKOMOUHAHTHYIO
JIHK. BaxHy0 poib B KJIOHUPOBAHUU UTPAET CIIOCOOHOCTH KIJIETOK MOTJIOMIATh IUIa3MUMAY C
uccneayemsiM ¢parmentom JIHK. D10 cTaHOBUTCS BO3MOXXHBIM TIOCJI€ TOTO, KakK KIIETKH
MOJIBEpPraroT crenuainbHoil oopabotke pactBopoM CaCly miM BBICOKOBOJBTHBIM Ppa3psiioM
(amexTpornopalius); B pe3ybTaTe TaKOro BO3AEHCTBHS Ha KIETKU MPOUCXOIUT 00pa3oBaHHE MOp
B KJICTOYHOH CTEHKE, YTO 00JIer4aeT MPOHUKHOBEHUE MOJIEKYJI B KJIIETKY U3BHE. Takue KIIeTKH,
MOJIy4YeHHbIE B pe3yjibTaTe O0OpaOOTKM U CHOCOOHBIE ToTriomars uyxkepoanyro JHK

Ha3bIBAIOTCA KOMIICTCHTHBIMU.

2.4.1. Tloayyenue KOMmeTeHTHBIX KJeTok Escherichia coli pas

MOJEKYJIAPHOTI0 KIOHUPOBAHHUA

JIiist mosTyYeHHs KOMITETCHTHBIX KJICTOK HEeOOXOAMMBIL: KyJIbTypa Kietok Escherichia coli
(mramm DH5a), 6akTepuansHas cpena Jlypus-bepranu (LB) (tabim. 2.5), 6ydepHbie pacTBOpHI
RF1 u RF2 (Ta6m. 2.6).
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Tabnuma 2.5 — HrpeineHTs! Al IPUTOTOBICHUS

1 nmutpa cpensl LB (Jlypua-beprann)

NurpennenTs Kunkas TBepnas
bakrto-TpuntoH, 10 10
bakTo-apoxoKkeBON IKCTPAKT, T ) )
NaCl, r 10 10
Arap, T - 12

[Tpumeuanne. 2M NaOH ucnonb3oBanu, uto6s! gqoBectu PH no 7.5. B cpene ¢ arapom
PH BeIpaBHUBaIIM TIOCTIE BBEICHUS M PACIUIABICHUS arapa.

1. Cpeny LB (tabxn. 2.5) ¢ arapom 6e3 aHTMOMOTHKA TIJIaBWJIM Ha BOSHOW OaHe,
octyxaiu 110 55°C u 3anuBanum yamky [letpu. [Tocne Toro kak cpena B 4airke 3acThIBaJIa, KATUTIO
(~10 Mk1) KyIbTYpHI KJIeTOK E. COli m0o0aBisiiv B aliky, pacTUpaiiy IIaTeIeM U HHKYyOHpOBaI
Houb nipu 37°C B Environmental Shaker-Incubator ES-20 (BioSan, JlaTsust).

2. Otbupanu marepuan €  OJIHOM  OTACNBHONM  KOJOHMU C  I[OMOIIBIO
MUKPOOHUOIOTHYECKON TETIIN ¥ IEPEHOCHIIH B CTEKIISTHHYIO TPOOUPKY ¢ 2 M1 xKuaKkoit LB cpenbr
0e3 aHTUOMOTHKA U cTaBWJIM MHKYyOupoBaThes Ha 200 o0/mMun nipu 37°C B 1melikep-MHKYyOaTop
Environmental Shaker-Incubator ES-20 (BioSan, JlaTBusi) Ha HOYb.

3. I'otoBunu 6ydepusie pactBopel RF1 1 RF2 (Ttabm. 2.6), conepxammue CaCls.

Tabnuua 2.6 — UnarpeauenTs! 1uist npurotoBieHus OydepHsix pactBopoB RF1 u RF2

WNHrpeanenTsl RF1 RF2
1M MnClz, mn 2 -
1M AcK pH 5.8, mn 1,2 -

1M KCI, mn 4 0,1
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IIpoodonocenue mabauywvl 2.6

0.5M CaCly, mn 0,8 15
['munepun 50% 12 5
ddH20, mn 20 3,4
50mM MOPS pH 6,8, mx — 2
OO0wmii 00reM 40 10

[Ipumeuanue. [lns crepunmsamuu pactBopoB RF1 m RF2 wucmons3oBamm (.22
MUKPOHHBIN QUIBTP.

4, B creknsHHyo konOy c¢ KpyribiM gHOM, B 50 mu xuakoil cpeabsl LB Ges
anTHOUOTHKA 106aBsii 500 MK HOUHOM 3aTpaBki (11.1) U cTaBUIM UHKYOHpOBaThes pu 37°C
Ha 200 o0/mMmH B meiikep-unkyOatop (Environmental Shaker-Incubator ES-20 (BioSan,
JlatBus)) mo ontrueckoit miorHoctd OD=0,6 (~2 4). ONTHYECKYIO TUIOTHOCThH OICHUBAJIA Ha
cnexktpodoromerpe Eppendorf (Eppendorf, I'epmanus) npotus koHTposs (uuctas LB cpena).

o. [To 25 M KyabTypbl HEPEHOCHIM B JBE IMOJUIPONMICHOBBIE MPOOUPKU C
KOHUYECKMM JTHOM 00BbeMoM S50 M, oxJIakjgaiaud Ha JeAsHou Oane B TeueHuu 10-15 mMwum.
LHentpudyruposanu kiaetku npu 4°C 3 000 o6/mMuH 15 MuH, 3aTeM yIaisuiu cpeny.

6. PecycnenaupoBanmu ocagok B 1 mu 6ydepa RF1 (tabn. 2.6) u mepen tem, kak
MOMECTUTh TPOOUPKH Ha JeAsHyro OaHro Ha 15 muH, moGaBnsiau mo 6,5 ma Oydepa RF1
(Tabm. 2.6) B Kaxayro mpooupKy.

7. Lentpudyruposanu kietku npu 4°C 3 000 06/muH 15 muH, 3ateM ynansiu Oydep
RF1, no6asnsiu mo 2 miu 6ydepa RF2 (tabn. 2.6) u pecycrnenaupoBain 0caokK.

8. Pasnuanu no 100 Mk KJ1€TOK B IpOOUPKH Ha 1,5 M ¥ 3aMOpaXMBaJIH B KUIKOM

aszore, XxpaHwiu kietku mpu —80°C.
2.4.2. JlurupoBaHue M TpaHchopmauus

[Mpouenypy KJIOHHUPOBAHUS OCYIIECTBISUIA C HWCIIOJIb30BAaHHEM CIENUAIBHOrO Habopa
pearearoB CloneJET PCR Cloning Kit (Thermo Scientific, CIIIA), cormacHoO MHCTPYKIUH
npou3BoauTeNns. B coctaB Habopa BXOOUT cHeNHUaNbHBIA TepMocToikuii ¢epmeHT (DNA

Blunting Enzyme), xoTopbiii obOpe3aeT KoHIBI y wucciaenyeMoro ¢parmenra JIHK Takum
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o0pa3om, 4TOOBI HYKJICOTHJHBIC OCHOBAHHS Ha KOHIE (parMeHTa ObUIM KOMILJIEMEHTApPHBI
OCHOBaHHUSM Ha KOHIIaX BEKTOPa, KyAa OyJeT MPOUCXOIUTh BCTABKa.

dopmupoBaHue TynbIX KOHIOB ¢ ToMomIpio pepmerta DNA Blunting Enzyme (Thermo
Scientific, CIIIA) npoucxoauT mepes durupoBanueM. CMmech, KoTopas COAepXHuT 1,75 MK
[MLP-ipoxykTa, 2,5 Mk 2x0ydepa, 0,75 mxin ddH20 u 0,25 mxn DNA bluting enzyme (Thermo
Scientific, CIIIA) cnavama HarpeBasim g0 70°C B TedeHHME 5 MHH, a TIOTOM OXJaXJald Ha
nensiHoi OaHe okono 10 cexyna. Jlajee mpoBOAMIM JIMTHPOBAaHUE. B IOJYYEHHYIO CMECh
no6asisy iasmuaaenii Bektop pJET/blut cloning vector — 0,25 mxit (Thermo Scientific, CIITA)
u T4 JJHK nurazy — 0,25 mxn (Thermo Scientific, CIIIA). Cmech XOpoIIo nepeMennBaiu 1
OCTaBJISLIM Ha HOYb Tipu 22°C.

TpacHchopmartiyst METOIOM TETIJIOBOTO IIOKA BKIItOUaia B ce0sl CIeIYIONIUE ITAIIbI:

1. 100 MK KoMITeTeHTHBIX KiIeTok E. coli, cMemmBamu ¢ aurupyromiei cMecbio u
OCTaBJISUIM Ha JieasHon 6ane mpu 4°C, Ha 30 MuH.

2. [Tomemanu mnpobupku Ha 1-1,5 mua B Tepmocrar Ha 42°C, 3areM CHOBa
NEPEHOCUIIH B JIET HA 2 MUHYTHI.

3. JoGaBnsimn k kinerkam 1 mut xuakoir LB cpensl (tabm. 2.5), mepememmBaiu u
nomenianu nmpooupku Ha 1 yac B TepmoctaT Ha 37°C. [InaBunu cpeny LB, conepkamyto arap,
Ha BOJITHOM OaHe, ocTykainu ;10 55°C, nob6apisumm 90 Mk aHTHOMOTHKA (aMIAIMILTAH 50 MT/MIT)
Ha 100 mi1 cpenpl 1 3anBany B yamku [letpu o 30 Mit cpenbl; OCTaBIISIM YallKH J0 HOJHOTO
3aCTBIBAHUS CPEJIbI.

4, [Tocne  Tepmocrata  HpOOMPKM €  TPaHCPOPMHUPOBAHBIMU  KIIETKaAMHU
neHTpudyruposanu 3 mun pu 5 000 06/MuH, CITMBaU HATOCATOYHYIO KHIKOCTb.

S. OctaBnsiin B mpoOupkax mno 100-150 wxim cymepHartanTta, akKypaTHO
pecycreHInpoBalii 0CaIoK.

6. [lepeHocunu cMech Ha YalllKH, PaCHpPENEsUIM CMECh IO TMOBEPXHOCTH CPEIbI
MHUKPOOHOJIOTMYECKHUM IIITaTe]IeM, HHKYOUPOBaJIM YaIlllkKK HOYb B TepMocTaTte rpu 37°C.

CrouT oT™MeTHTH, uTO BXomsmmii B Habop Bektop pJET/blunt cloning vector (Thermo
Scientific, CIIIA) conepuT reH dHIOHYKIIea3bl PECTPUKIINH, KOTOPAasl ABISETCS JETaTbHON IS

BCEX ITAMMOB E. coli. B pe3ynbrare npouenypsl IurupoBanus ucciaeayemsiii pparment JJHK
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BCTPANBACTCA KMCHHO B 3TOT I'CH, U TOJIBKO KJICTKH, COACPKAIINC peKOM6I/IHaHTHy10 mIasMunay,

BBDKHBAIOT U 00pa3yIOT KOJIOHHH.
2.5. Hnentndukauusa peKOMOMHAHTHBIX KJIOHOB

OT60p MCKOMBIX pekoMOMHaHTHBIX Mojekyn JIHK npoBoaunm Ha OCHOBaHHWU OLIEHKHU
pa3Mepa BCTPOCHHBIX B BEKTOPHYIO MOJIEKYTy (hparMeHToB. J1Jig aHanm3a KIETOYHBIX KOJIOHUMN
C mpaiiMepaMu, KOMIUIEMEHTAPHBIMH K HYKJICOTUIHOM IIOCJIEN0BAaTEIbHOCTH BEKTOPA,
ucrionp3zoBany [IP. Ammnudukanuio MTpoBOAMIH B 20 MK peakIMOHHOW CMecH,
Bioyaromed 2 Mk 10x0ydepa DreamTaq (Thermo Scientific, CHIA); 1 Mkin cmecu
ne3okcunykieoruarpudpocdaror (ANTP) (2,5 MM kaxkmoro) (Cu6u3um, Poccus); mo 1 Mk
kaxxaoro npaimepa (2,0 MxkM); 0.8 mxit MgCl, (Thermo Scientific, CIIIA); 0,2 mxa DreamTag-
nonumepasbl (Thermo Scientific, CIIIA) u 14 Mka1 AeHMOHM3WPOBAHHOM BOJBI. Peakiiuio
MPOBOJWIIN TIPU CIECAYIONIUX YCIOBHUSX: HayajdbHas JaeHaTtyparus 98°C — 2 muH, 25 IUKIOB
(menarypanus 95°C — 15 cek, omxur npaitmepos 55°C — 15 cek, noctpotika nemneit 72°C — 1 MuH)
u QuHanbHas nocrtpoiika memneit (72°C — 5 mun), oxnaxnaenue a0 4 °C. Ipomykrter I[P
paznensimm B 1.2% arapo3HoM reine ¢ MapKepoM MOJEKYJIIpHOro Beca, kpaTHbiM 100 m.H.
(100+bp+1,5kb DNA ladder (Cu62u3um, Poccust)). [Ipenapatsl, B KOTOpBIX ObUTa 0OHApYKeHA
BcTaBka uccnegyemoro ¢pparmenta JIHK, ounmanu ocaxxieHneM 3TaHOJIOM.

Ha nmepBoM »Tame o4MCTKH K COAEPKUMOMY TIPOOUPOK A00aBisiid 1BOMHON 00BbeM (50
MKJT) 96% 3TaHona u octaBisii Ha HOYB npu —20°C. 3atem nentpudyrupoBanu 20 MUH TIPH
4°C 10 000 06/muH, ciupT ciuBanu. Ciaeayromiuii atan ounctka 70% stanonom: gobaisiu 50
mMka 70% »stanona, nentpudyruposanu 20 mun npu 4°C 10 000 o0/MuH, CIHPT CIHUBAIH.
Ounctky 70% cnupToM MOBTOpsUIM ABaKIbl. [locne ynanenust cnupra U3 NpoOHPOK, MPOObI
ctaBuiu cymuTbes Ha 30 MmuH B Tepmoctate npu 37°C. K BeIcymIeHHbIM Tpo6am 100aBiIsiiv 1o
1520 mxn ddH20, xopomio nepemenmBanu Ha Vortex (BioSan, Jlateus), 10 pacTBOpeHHUs
ocanka. KOHIIEHTpallMi0 OYMIIEHHOW BCTAaBKM TaKK€ AHAIM3MPOBAIM MPHU MOMOUIM METOAa
anektpodopesa B 1,2% araposHom reie. Ilpu HeoOxomumoctu mobOasnsim ddH2O s

BbIPpAaBHUBAHW KOHICHTpAIIUN.
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2.6. CexBeHHMpOBaHHUE

OnpeneneHre HYyKIEOTUIHBIX MOCIEI0BATENBHOCTEN (DIAHKUPYIOIIMX YYAaCTKOB I'€HOB
TOPMOHa pPOCTa MPOBOAWIM C MOMoIbio Habopa peaktuBoB BigDye Terminator Cycle
Sequencing Kit V. 3.1 (Applied Biosystems, CIIIA) mo MmeTtomuke mnpousBogutens. s
CCKBEHHPOBAHUS UCIIOJIL30BANIN MpaiiMepsl, Bxoasiiue B cocraB Habopa CloneJET PCR Cloning
Kit (Thermo Scientific, CIIIA). Peakinonnas cmech o6bemoM 10 Mkt comeprkana 2 mxa JIHK;
0,8 mxu (2.0 MmxkM) mpsimoro wim obpatHoro mpaiimepa; 1,5 mxin BigDye Terminator Ready
Reaction Kit V 3.1 (Applied Biosystems, CIIIA); 1,25 mkn 5x0Oydepa a1 CeKBCHUPOBaHUS U
4,45 MKJI 1eMOHU3UPOBAaHHOM BO/bI. TeMiiepaTypa U BpeMsl HauaabHOM AeHATypally B peaKuu
96°C — 1 muH, nanee 26 UKIOB MPOXOAMIM MPHU CICAYIONIUX YCIOBUAX: NeHaTyparus 96°C —
10 cexk, omxur mparimepoB 55°C — 10 cek, snonranus 60°C — 4 MuH.

[Tocne ammmdukanuu npoxayktel [IIIP mepeocakmanm w oOYMINAIXd 3TaHOJIOM. B
npobupku gobaBmsum 2,5mkn 0,125M DATA u 30 mxn 96% nsTaHona, mepeMenIuBaid H
OCTaBJIJIM IIPU KOMHATHOM Temneparype Ha 15 muH. 3atem nentpudyruposain 20 MUH NpU
10 000 o6/MuH ¢ oxnaxaeHueMm 4°C; crupT cIMBaIM M ABaXKIbI qo06aBsum 1o 30 Mk 70%
ATaHOJa, IepeMENINBaIN, HEHTPUPYTupoBaiu, cinupT ynaisuu. [IpoOsl BeicymmBanu mpu 60°C
15 muH, nobasnsnu no 13 mxn popmamuaa (CHsNO) nepememmBanu u oTkpyuuBaiu. [lepen
TeM KaK 3aHOCUTh O0pa3llbl B IUIAHIIET, MPOBOAWIX JAeHaTypamuio mpu 95°C 3 MuH.
[locnenoBaTenbHOCTH  HYKJIEOTUJOB  ONPENEISIM B  aBTOMAaTUYECKOM  T'E€HETUUYECKOM
anamu3atope ABI Prism GA3130x1 (Applied Biosystems, CIIIA) Ha 6a3e Kadenps! kiieTouHoM
ouonoruu U renetuku, Mucruryra Muposoro okeana J[BOY 1 B reHeTHYECKOM aHaIM3aTOpe
ABI Prism 3500 (Applied Biosystems, CIIIA) na 0a3e HammonanbHOro Hay4yHOTO IIEHTpa
Mopckoi 6uonoruu um. A. B. XKupmynckoro J[BO PAH.

2.7. COopka u BbIpaBHMBaHHeE MOCJeI0BaATeIbHOCTEH

[TomyueHHBIE XpOMATOrpaMMBbl BU3YaIbHO MTPOBEPSUIM HA HATHMYUE OMIUOOK C TIOMOIIBIO

nporpammbl FINchTV 1.4.0 (http://finchtv.software.informer.com/1.4) C60pky HyKJICOTHIHBIX
TIOCJIEZIOBATENIFHOCTE OCYIIECTBISUIM B makere mnporpamm SeqScape V 2.6 (Applied

Biosystems, CIIIA), BioEdit 7.2.5 (Hall, 1999). Ananu3 HyKJIEOTHIHBIX MMOCIEA0BATEILHOCTEH
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¥ MHOXECTBEHHOE BBIPABHMBAHHWE MPOBOAWIN C MOMOUIbI0 maketa mporpamMm MEGA 7.0
(Kumar et al., 2016). ITpu BeipaBHUBaHKH HcIoab30BaMK anroputMbel ClustalW (Thompson et
al., 1994) u Muscle (Edgar, 2004). [TonydeHHble MOCIEAOBATEIHLHOCTH C MTOMOIIBIO aITOPUTMA
BLASTn (Altschul et al., 1990) comocTaBisiu ¢ yxe UMEIOIIMMHUCS MOCIE0BATEILHOCTIMHU B

GenBank NCBI (https://www.ncbi.nlm.nih.gov/nucleotide/), 4To0b1 yCTaHOBUTH TOMOJIOTHIO

MOJIYYCHHBIX HYKJICOTHUIHBIX MOCIEI0BATEIbHOCTCH.
2.8. AHaJHu3 JaHHBIX

OWIOreHeTUYECKYI0 PEKOHCTPYKIIMIO, OCHOBAaHHYI0 Ha TIOJHBIX HYKJICOTHIHBIX
MOCJIEZIOBATENILHOCTSIX ~T€Ha TOPMOHA pPOCTa, BKIIOYAIONIUX: OSK30HBI, HMHTPOHBI U
dbnankupyromue 001acTy reHoB BeInoNHsIM baitecoBckum metonom (Bayesian Inference, BI) ¢
nomoiipio mporpammbel MrBayes v. 3.2.6 (Ronquist et al., 2012) u meromom Onmxaiiiero
cocenctBa (Neighbor-Joining) B mporpamme MEGA 7.0 (Kumar et al., 2016). OntumanbHas
Mo/ieNb HyKiIeoTHIHbIX 3aMeH (T92+G) Obuta BeiOpana B mporpamme jModelTest 2.1.1 (Darriba
et al., 2012) coracHo uH(DOpMaIMOHHOMY KpuTepuio Akaumke. HykieoTumHoe pazHooOpasue
() u nuBeprenimio (DXy) mocnenoBarenbHOCTEH FeHa TOPMOHA POCTA OLICHUBAJIH B IPOTPaMMe
DnaSP 5.10.01 (Librado, Rozas, 2009) ¢ ucnonb3oBaHreM METOJIa CKOJIB3sIIero okHa (sliding
window). JIaHHBI METOA MPUMEHSCTCS IS BBISBICHHS 3aKOHOMEPHOCTEH H3MEHYHMBOCTH
HYKJICOTHJHBIX TIOCJTEIOBATEILHOCTEH 3a CYET OIpENeNeHUs CPEIHUX 3HAYCHWH B OKHE

3aJJaHHOW JJIMHBI, KOTOpOE TepemMemniaeTcss Baoib mnocienoBatenbHocTu (Proutski, Holmes,

1998).


https://www.ncbi.nlm.nih.gov/nucleotide/

71
I')TIABA 3. PE3YJIBTATBI

3.1. XapakTepHUCTHKA PeryJjasiTOPHBIX YYACTKOB reHa TOPMOHA pocTa 'y

roabioB poaa Salvelinus

boimn  momyueHbl  HYKIEOTHAHBIE  TOCIEIOBATEIBHOCTH  5'-IaHKUPYIOIIETO
MPOMOTOPHOTO ydYacTKa MapaJOTHYHBIX TeHOB TopMoHa pocta ghl u gh2 s deThipex BHUIOB
rojbioB poaa Salvelinus. Jlmuxa mpomoTopHoro yuactka rena ghl cocrasmma: S. malma — 1202
m.H., S. curilus — 1267 n.u., S. levanidovi — 1197 m.u. u S. taranetzi — 1207 n.u.. JlnuHa
npomoropa reda gh2 cocrasuma: S. malma — 1183 m.u., S. curilus — 1193 m.u., S. levanidovi —
1172 n.u. u S. taranetzi — 1193 n.H..

[IpoMoTOpEI 060MX TEHOB-ITAPATIOTOB COACPKAT XapaKTEPHBIN ISl OOJIBITUHCTBA TEHOB
AYKApUOT BBICOKOKOHCEpPBATUBHBIM MOTHB — TATA-00KC, B MOJNIOXKEHUU —22 M.H. OT TOYKU
uHuIManuu tpanckpumiuu. [locnenoBarensHocth TATA-OOkca KOHcepBaTHBHA Yy BCeX
YeThIpeX BUIOB roJibiioB poza Salvelinus B o6oux rerax. [Tomumo TATA-60kca B TpOMOTOPHOIA
obnacTtu ObuTH 0OHAPYKEHBI APYTHUE PETYISTOPHBIC AneMeHThl. K HuM oTHOcATcs A/T-6orateie
PETHOHBI, COJEpXKAIINE CAUTBHI CBS3bIBAHUS C TUMOPU3-CIICIU(DUIHBIM TPAHCKPUIITUOHHBIM
dakropom Pit-1, a Taxke obracTy IPOMOTOpa, OTBETCTBEHHBIC 32 B3aUMOJICHCTBUE C APYTUMHU
aKTUBATOPAMH U UHUITMATOPAMHU TPAHCKPHIIIIHH, B YACTHOCTH — C PEIEITOPAMH TOPMOHOB.

VY ronpLoOB ¢ TPaHCKPUMLIHUOHHBIM (akTopoM Pit-1 B3anMOEHCTBYIOT ueThIpe caiita
cesas3biBanus: F1 — F4. [TocnenoBaTensHOCTh caiita F1, pacnonosxeHHoro B nojoxeHnn —39/—-61
I.H., KOHCEPBATHBHA B KQXKJIOM I'€HE Y BCEX YEThIPEX BHUJIOB T'OJIBIIOB U OTIMYACTCS JIUIIb TPEMSI
HYKJICOTHTHBIMU 3aMeHaMu Mex 1y TeHamu ghl u gh2 (puc. 3.1). I3MeHeHus TOKaTU30BaHbI BO
(bIaHKUPYIOIMIKX 00JIACTSAX CaliTa M HE 3aTParuBaroT €ro NEHTPATbHYIO 4acTh. CalT CBA3BIBAHUS
F2, pacnioniosxennsiii B nmostokenusx —118/-140 n.u. B rene ghl u —117/-139 m.H. B rene gh2,
KOHCEPBATHUBEH B KaXKJOM T'€HEC M UMEET JIBC HYKJICOTHIHBIC 3aMCHBI MEX]y ABYMS T'€HAMHU.
Tpetnit caiit (F3) naxogurcs B mosokenun —155/-183 m.H. B redne ghl, U B MOJ0XKCHHH
—153/-181 m.H. B rene gh2. IlocnenoBarensHOCTh caiita F3 rena ghl koHcepBaTMBHA y Bcex
JeThIPEX MCCIIeIOBAaHHBIX BHIOB ToNIbIIOB. B rene gh2 mocnenosarenbHOCTH caiita F3 y S. curilus
u S. malma uaeHTHYHA ¥ HIMEET 10 OJJHOM HYKJICOTHIHOHN 3aMeHe, 110 CPaBHEHHIO ¢ caiitom F3

S. taranetzi u S. levanidovi. ITonosxenue caiita F4 B rene ghl coBnamaer y Bcex roybioB —264/—
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295 n.H.. B rene gh2 rpanunsr caiita F4 y S. malma, S. curilus u y S. taranetzi pacnonaratorcs
Ha pacctosHun —263/-294 m.H., y S. levanidovi rpanuisl caiita F4 cMerieHsl Ha 2 HYKICOTHIA
—265/-296 1.H.. Caiitel F3 u F4 B renax ghl u gh2 umeroT Goutbliee 4icio HyKJICOTHIHBIX 3aMeH

1o cpaBHeHHIO ¢ caiitamu F1 u F2 (puc. 3.1).

GRE F2 RARE/RXRE

ghl: AACTTGTGTCCGTTCACTATGTCCTAGACAAC  ghl: [TATAGTGATTGTTCUACAA|ICACATACAAAAACAGGTCC
gh2: G...... T Al T...Co gh2r |G Co Gl

AN
Y Y TATA +1
-box

5 F4 3 CRE F2 Il |
— > Ot >—CO—+——

TGACG TATAAAA
A A aacata
ghl  CCAAACTCATGGGAAAATGTATGATTGAT = 8hl: CCGTTGATACATIAAAACATGGA
2h2 1..GGG..ocooo........ Ao TCovoeieeeee gh2i T IG
2 GG Bt TCo e
3 GG, Ao TCovvivierern,

Pucynok 3.1 — Cxema pacmnonoxenus caiitoB cBsizbiBanusi (F1-F4) ¢ rumodus-cneunduyunsim
TpaHCKpUMIHOHHBIM (hakTopoM Pit-1; sanementoB orBeta Ha HTAM® (CRE) u rirokokoptukoust (GRE);
u penentopa perunoeBoil kuciaoTel (RARE/RXRE) B mpomoTopHOil 00nacTé reHOB TOPMOHA poCTa
robioB. [udhpamu 0603HaYEHBI BU/IBI TOJIBIIOB, MMEIOIINE pa3nuuus B caiite F3 rena gh2: 1 — S. malma
u S. curilus; 2 — S. levanidovi; 3 — S.taranetzi (Kamenckas u ap., 2015, ¢ MoguduKausivMm).

B npomoTope 000rx reHOB ropMOHa POCTa FOJIBIIOB ObUTH HAMICHBI 2JIEMEHTHI OTBETA Ha
nukinueckuit AM® (CRE), rmokokoptukousibl (GRE) u caliTel CBsI3bIBaHUSL C PELIENITOPOM
peruHoeBoir kucinotel (RARE/RXRE) (puc. 3.1). IlocnemoBarenbHocTh 3nementa CRE
npeJCTaBlicHa B MPOMOTOpax reHa ropmMona pocra ghl m gh2 accuMeTpu4HBIM MOTHBOM
(TGACG), nnenTnyHa B IByX I'eHax U pacrnosiaraetcs Mexay caiitamu F2 u F3 B monoxeHusx
—148/-152 n.1. u —147/-151 n.H. B renax ghl u gh2, coorBeTcTBeHHO.

OnemeHT otBeTa Ha riokokoptukouasl (GRE) mpencraBieH B mpomoTopax reHa
rOpMOHA pOCTa TOJIBIIOB HECOBEPIICHHBIM HWHBEPTHUPOBAHHBIM TOBTOpoM (puc. 3.1). B
JIACTAIBHOM YacTH 3JIEMEHTAa OTBETA HA TIIFOKOKOPTUKOWABI MMEIOTCS JIBE HYKJICOTUIHBIC
3aMeHbI, TPOKCUMaJIbHAsI YacTh AJIEMEHTa OTBETa KOHCEPBATHBHA B 000OUX IeHaX y BCEX UYEThIPEX
BUI0B. [looeHue ameMenTa oTBeTa Ha rimokokopTukouabl (GRE): —130/~144 n.H. B rene ghl
u —129/-143 1. B rene gh2.

Y TONBIOB calT CBsA3bIBaHUS C perentopom peruHoeBoil kuciotel (RARE/RXRE)

IPUCYTCTBYET B MPOMOTOPHOM 00JIaCTH 000MX I€HOB M 3aHUMAaeET mosoxenne —105/—124 m.H. B
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rere ghl u —106/-125 n.H., B rene gh2. DnemenT orBera Ha ritokokopTukou sl (GRE) u caiit
CBA3BIBAHUSA C perentopoM peTrHoeBoi KUCIoThl (RARE/RXRE) uacTiHuHO mepekphIBatOTCS C
caiitoM F2, OTBEeTCTBEHHBIM 3a CBS3BIBAHHE C TPAHCKPHUIIMOHHBIM (hakTopoM Pit-1; smemeHt
GRE nepekpsiBaeTcs ¢ qUCTaIbHOM 9acThio, a 31eMeHT RARE/RXRE ¢ mpokcrManbHO# 4acThio
caiita F2 (puc. 3.1). IIlpoMoTOopsl 00OMX T€HOB TOPMOHA POCTAa TOJBIIOB Ha BCEM CBOEM
NPOTSHKEHUU HE COJIEPKAaT YacTO BCTPEUAIOLIUICS B MPOMOTOPAX JAPYTUX TE€HOB JYKApUOT
CAAT-60KC 1 caiiT cBA3bIBaHUs ¢ penentopoM tupeouanoro ropmona (TRE), onucannsrii B
IPOMOTOpPE TeHa TOPMOHA POCTa HEKOTOPBIX BHJIOB TO3BOHOYHBIX KHUBOTHBIX.

B mpomecce uccnenoBaHus MPOMOTOPHBIX OOJAcTe MapajlOrHYHbIX T€HOB TOPMOHA
pocta rosbloB poaa Salvelinus ObuTo ycTaHOBIIEHO, YTO OOJBIIUHCTBO (DYHKIIMOHATBHBIX
CaliTOB CBSA3BIBAaHMS, OTBETCTBEHHBIX 32 B3aUMOJICWCTBHE C OCHOBHBIMU (haKTOpaMH
TPAHCKPUILIMH, COCPEAOTOUEHO BOJIM3U CTAPTOBOTO KOJOHA, IOATOMY B AAJIbHEUIITNI aHATIU3 110
OIICHKE HYKJICOTHJHOTO pa3HOoOOpa3uss W AUBEPreHIMH BOILIM HE BCE TOJIYUYCHHBIC
5'-¢dnaHKUpYIOIINUE MOCIEA0BATEIFHOCTH, a TOJIBKO y4acTKu JuytrHOM 300 m.H..

JlnmuHa 3'-TepMUHUpYIONICH mocienoBaTenbHocTH TeHoB ghl w gh2 Obuta mosydena
tospko y S. levanidovi u cocraBmina 1196 m.H. u 606 1.H., COOTBETCTBEHHO. 3’ y4acTOK 000HX
TE€HOB BKJIFOYAET MoJiu-A nociefoBaTenbHOCTh (AATAAA) B monoxenusix +4137 n.H. u +3794
n.H. a1 ghl u gh2 reHoB, COOTBETCTBEHHO. [IpyrMx MOTCHIMAIBHBIX IHC-PETYISATOPHBIX
MOCTIeIOBATENIFHOCTEH M IIMWICYHBIX YYacTKOB B TEPMHHHPYIOIIEH 4acTH HEe OOHapy>KEHO,

IIOOTOMY aHaJIN3 HE ITPOBOAUIICA.
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3.2. CpaBHHUTeJbHBIH aHAJU3 NAPAJOTHYHBIX TEHOB U UX IPOMOTOPOB Y
JIOCOCEBBIX PbIO

3.2.1. MH3MeHYHBOCTH B 5'-nmuc-npuje:kamemM NPpoOMOTOPHOM y4yacTKe

Pacnpenenenrss M3MEHUYMBBIX CAaWTOB M BEIWYMH JHUBUPIEHUHH OLICHUBAIUCH B S'-
Guankupyromux ydyactkax mauuHoi 300 mL.H. Kak Mexay BuaamMu BHYTpH pozaa Salvelinus,
(puc. 3.2 — 3.5) Tak W TpU CPaBHEHUHM MPOMOTOPHBIX IOCIIECIOBATEILHOCTEH TOJBIOB C
pOMOTOpaMu TeHOB TopMmoHa pocta: Hepku (O. nerka), gaeram (O. tshawytscha) wu
atiantudeckoro Jiococs (S. salar) (puc. 3.6 — 3.8 u puc. 3.10).

Ha pucynke 3.2 mpencraBieHO CpaBHCHHE MPOMOTOPHBIX IOCIICIOBATEIBHOCTCH T'eHA
ghl mexmy Bugamu rosblioB poaa Salvelinus. BuaHo, 4To mociaenoBaTeIbHOCTH JTOCTATOYHO
KOHCEpBATHUBHBI M  BCTPEYAIOTCS  TOJBKO  CIMHUYHBIC  yYaCTKH  WU3MCHYHMBOCTH.
[TocnenoBaTeIbHOCTH IPOMOTOPA FOXKHOM a3uaTcKoi MasibMeI (S. cUrilus) u roneiia JleBanuaoa
(S. levanidovi) momHOCTBIO COBMAJAIOT M HE UMEIOT pa3auuuii. B pesynbrare cpaBHEHUS
npoMoTopa ceBepHOW MaibMbl (S. malma) ¢ mpoMoTOpoM I0XKHOW a3uaTCKOW MallbMbI
(S. curilus) u ¢ npomoropom rosnbiia Jleanuaosa (S. levanidovi), HaOnrogaeTcss OIMH Y4acTOK
W3MEHYMBOCTH, JOKanu3oBaHHBIM wmexay caiitom F1 u TATA-Gokcom. OauH y4yacTok
WU3MEHYHMBOCTH BCTPEUACTCS MPH CPABHEHUU FOXKHOM a3uarckoit ManbMbl (S. CUrilus) m rombia
JleBanugoa (S. levanidovi) ¢ romeiiom Tapanna (S. taranetzi). OmHako pacmonoXeH 3TOT
y4acTOK M3MEHUYMBOCTH MeXay caiitamu F1 u F2, a He kak B mapax S. malma — S. levanidovi u
S. malma — S. curilus (puc. 3.2). B mape BumoB ceBepHas Manbpma (S. malma) u ronen Tapania
(S. taranetzi) npomMoTOpHBIE MOCICIOBATEILHOCTH UMEIOT JIBa y4acTKa U3MEHUYUBOCTH, OJIUH U3

KOTOPBIX pacnonoxeHn Mexy caiitom F1 u TATA-Gokcom, a Bropoit Mmexay caiitamu F1 u F2.



5 F4

S.malma+S.curilus

Fi CRE F2

Fl

TATA- %1

75

0.03

0.01

) ' R

S.curilus+S.levanidovi

TATA- +1

S.malma+S.levanidovi

TATA- +1

o H F3 CRE F2 Fl box N 5 F4 F3 CRE E2 Fl bov 3

- 0.006

1 aacats | ascata
0.04-{ T

7] 0.004-{
.03 |
0.02-

] 0.002-
0014 i

0 T u u —— 0- u u T T T u u [
100 200 300 0 100 200 300
S.malma+S.taranetzi S.curilus+S.taranetzi S.levenidovi+S.taranetzi
TATA- 11 TATA- 11 TATA- 71
5 H F3 CRE F2 Fl box 3 o F4 E3 CRE F2 F1 bax M o F4 F3 CRE F2 Fl bx |y

0.05 0.05-7— 0.05

] uncutn ] ta ] nacat
2041 — — LE — 0.0+ —
0. UJi : E EIDS’ . EI‘\'Dﬁ
002 0.2 0.02]
0.014 0.01 0,01

Di . : H n’ H 1
100 200 300 100 200 300 100 200 300

PucyHok 3.2 — AHaiu3 ypOBHs IMBEPIEHI[MH TPOMOTOPHBIX y4acTKoB TeHa ghl meromom
CKOJIB3AIIIEr0 OKHA MEXKIy BHIaMu ToiibiioB pozaa Salvelinus. Pasmep pamku — 10 1.H., qiuna mara — 1
1.H. TTo och X OTMEUEHBI TOJI0KEHHS HYKJIEOTHIOB, 110 OCH Y — YPOBEHbD JAUBEPIEHIIHH.

[TpoMoTOpHBIE yYacTKH I'eHa ropMoHa pocTa gh2 y dYeThIpex BHIOB TOJBIIOB poja
Salvelinus Tak e, kKak U TOCJIEIOBATEILHOCTH MPOMOTOpa TeHa ghl, UMEIOT HU3KHI YPOBCHb
auBepreHimu (puc. 3.3). [IoMHOCTBIO COBMAIAIOT MOCICAOBATEILHOCTH MPOMOTOPA Y CEBEPHOI
masibMbl (S. malma) u rokHoM asmarckoit ManbMbl (S. curilus). JIBa ydacTka JUBEpreHIIMH
HaOIIOIaeTCs TP CPABHEHUHU CEBEPHOM MaybMbl (S. malma) u roKHOW a3uaTCKOW MaJbMbI

(S. curilus) ¢ romemom JleBanumona (S. levanidovi) u romeitom Tapanma (S. taranetzi).



76
Pacrionoxensl JgaHHBIE Y4YaCTKM M3MEHUYUBOCTH  MEXKIY CaWTaMU  CBS3BIBAHUS C
TpaHCKpUIIMOHHBIM (akTopom Pit-1 F3 u F4, Ommxe k caiity F3. Ilpu cpaBHeHUH
HOCJIeIOBaTeIbHOCTH TIpoMoTopa rosbia JleBanumona (S. levanidovi) ¢ romsiom Tapania
(S. taranetzi) BcTpeuyaercsi TOJIBKO OMUH YYaCTOK M3MEHUYMBOCTH M PACIIONOXKCH OH MEXKIY
caiitamu F3 u F4.

N3 pucynkoB 3.4 u 3.5 BuUOHO, YTO TNPOMOTOPHBIE YYaCTKM B OOOHMX TeHax
npencrasureicii poga Salvelinus odenbp koHcepBaTHBHBI O Beed anuHe. HykieotumHoe
pasnoobOpasue B mpomMoTopax oboux reHoB coctaniser 0,00327 B rere ghl u 0,00545 B rene gh2
(radbmuua 3.1). 3nayenus ausepreniuu 0,00218 u 0,00654 nns mpomotopos reHos ghl u gh2,
cooTBeTcTBeHHO. B rene ghl HaOmiomaroTcs JBa ydYacTKa HM3MEHYHMBOCTH:  OJHH
HenocpeacTBeHHO npuieraeT kK TATA-OGokcy, BTOpo# JIOKaln30BaH MexXay caitamu F1 u F2
(puc. 3.4). /IBa y4acTKka C MOBBIIICHHBIM YPOBHEM U3MEHYMBOCTH BCTPEUAIOTCs U B reHe gh2, Ho
OHM OTJIMYAIOTCA MO CBoeH jokanu3anuu. OIUH HAXOJUTCS B HEMOCPEACTBEHHOW OIM30CTH K
caiiry F3, BTOpO#i ydacTok pacmoyaraercs Mexay caiitamu F3 u F4 (puc. 3.5). I'padukmy,
MOCTPOCHHBIE METOJIOM CKOJB3SIIETO OKHA, JJI HYKICOTHTHON N3MEHYMBOCTH U JIUBEPTCHITHH
5'-pnankupyronmx ydacTkoB reHoB ropmona pocta ghl u gh2 romeio poma Salvelinus B

3HAYUTEILHOMN CTENEHN COBIIAAIOT.
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Pucynok 3.3 — AHaiu3 ypoBHs JMBEPIeHIIMH POMOTOPHBIX Y4acTKOB reHa gh2 meToiom
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IHonoxeHue HYKJIe0THI0B, M.H.

PucyHok 3.4 — AHain3 HYKJICOTHIHON H3MEHYMBOCTH M TUBEPTEHIIMU IPOMOTOPHBIX Y4acTKOB reHa ghl
roJboB poja Salvelinus meroom ckomb3siero okua. Pazmep pamku — 10 m.H., aauna mara — 1 m.H. [To
OCH X OTMEUEHBI IMOJIOKEHHSI HYKJIEOTHUJOB, 10 OCHU Y — HYKIEOTHIHOE pa3zHooOpazue (m) (A) u
nuseprennus (b). A— ypoBeHb HYKICOTHIHON M3MEHUYMBOCTH MPOMOTOPHBIX y4yacTkoB reHa ghl. b —
ypPOBEHb TUBEPTEHIIMU MMPOMOTOPHBIX y4acTKoB rexa ghl.
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Pucynok 3.5 — AHaiu3 HyKJI€OTUTHOM U3MEHYMBOCTH U TUBEPTE€HIIMU TPOMOTOPHBIX YYaCTKOB
rena gh2 roneiioB posa Salvelinus metoom ckomb3siiero okHa. Pasmep pamku — 10 m.H., 1IMHA 11ara —
1 n.H. [1o ocu X oTMeueHbI MOJIO0KEHUS HYKJIEOTHIOB, IO OCH Y — HYKJIEOTHIHOE pa3sHooOpa3zue (1) (A)
u nuBepreniys (b). A— ypoBeHb HYKJICOTHIHON H3MEHUYHMBOCTH IIPOMOTOPHBIX y4acTKoB rena gh2. b —
yYpPOBEHb TUBEPTEHIIMU MPOMOTOPHBIX Y4acTKOB reHa gh2.
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Tabmuna 3.1 — Hykneotuarnoe paznooOpasue MpoMOTOPHOM 00JIacTh TEHOB TOPMOHA

pocta ghl u gh2

Hyxkneotuanoe pasnoobpasue (1) £

HanmeHoBaHUE TAKCOHOB CraHapTHOE OTKIOHEHHUE
[TpomoTop ghl [MpomoTop gh2
Pox Salvelinus 0,00327+0,00111 0,00545+0,00145

CemeiictBo Salmonidae (Salvelinus,
0,04922+0,01143 0,05721+0,01548
Oncorhynchus, Salmo)

B pesynmbraTe CcpaBHUTEIBHOTO aHaiIM3a MPOMOTOPHBIX oOmacteil renoB ghl m gh2
rojbioB poaa Salvelinus ¢ apyrumu npencraBuTensasMu ceMeiicTBa Salmonidae, ObLTH MTOKa3aHbBI
MHOJKECTBEHHBIC y4acTKu auBepreHnuu (puc. 3.6, 3.7). B mpomortope rena ghl nambGomee
M3MEHUYMBBIE YYaCTKU MOXHO HaOmojaTh B caiite F2 u BOmu3u caifra F4, npu cpaBHeHUU
4yeThlpeX BHIOB ToibloB pona Salvelinus ¢ gaserueir (O. tshawytscha) (puc. 3.6). Omnaxo,
CpaBHHBas IMOCIEAOBATEIBHOCTH MPOMOTOpa robioB poaa Salvelinus ¢ umepkoit (O. nerka)
y4acTOK C HAauOOJBIINM YPOBHEM IUBEPIeHIIMH HAXOIUTCS psiioM ¢ caiitom F1l, a yuyacTkw,
accouuupoBaHHble ¢ caditamu F2 u F4, umeror Oojee HU3KMI YPOBEHb H3MEHYMBOCTH.
[TocnenoBaTensHOCTH TpoMoTOpa reHa ghl ceBeproit ManbMmel (S. malma), roasiia JleBanugoa
(S. levanidovi) u rompua Tapanma (S. taranetzi) nmpu cpaBHEHHWH C aTIIAHTUYECKHM JIOCOCEM
(S. salar) umerot aBa HarboJiee BBIPAKEHHBIX yUaCcTKa TUBEPIEHIMH: OJUH MPUIIETacT K CaiTy
F1, npyroii k caiity F4. B mape BunoB S. curilus — S. salar ygactox ¢ HauboIbIIUM ypOBHEM

JTUBEPIEHIIMN PUXOIUTCS Ha IIEHTPAIbHYIO YacTh MMOCIEA0BATEIBHOCTH TpoMoTopa (puc. 3.6).



S.malma+O.nerka S.curilus+0O.nerka S.levanidovi+O.nerka S.taranetzi+O.nerka

TATA-+1 TATA-+1 TATA-+1 TATA- 1
, F4 F3 CRE F2 F1 b . o F4 F3 CRE F2 F1

F3 CRE F2 Fl , F4 F3 CRE F2 F1

ancata 4 aacata wacata

S.malma+0O.tshawytscha S.curilus+O.tshawytscha S.levanidovi+O.tshawytscha S.taranetzi+O.tshawytscha
TATA-+1 TATA-+1 TATA-+1 TATA-+1
F3 CRE F2 F1 box F3 CRE F2 F1 box 7] Fa F3 CRE F2 F1 box

03—

aacata

02

0.1+

S.malma+S.salar S.curilus+S.salar S.levanidovi+S.salar S.taranetzi+S.salar

F3 CRE F2 , F4 F3 CRE F2 F1 b F4 F3 CRE F2 F1 s F3 CRE F2

aacata 4 aacata

%0 100 200 30

PucyHok 3.6 — AHanu3 ypoBHsI JUBEPTEHIIMU TPOMOTOPHBIX yUacTKOB reHa ghl METOIOM CKOMB3SIINEro OKHA CPEIH MPEICTaBUTEIIEH
Tpex poaoB cemericTBa Salmonidae: Oncorhynchus, Salmo, Salvelinus. Pasmep pamku — 10 m.H., anwuna mara — 1 m.H. [To ocu X oTMedeHsI
MIOJIOKEHUS HYKJIEOTH/IOB, ITO0 OCH Y — YPOBEHb JUBEPTCHITUH.
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Kak BumHO 13 pucynka 3.7, mpomotop rera gh2 Gosee BapuaOeIbHBIA, 9€M POMOTOP
reHa ghl. YyacTku QUBEpreHIMH MPEACTABICHBI HE CIUHUYHBIME MTUKAMH, a MPOTSHKEHHBIMH
obmactsamu. CpaBHEHHE 4YeThIpeX BHUIOB rojbiloB poma Salvelinus ¢ uepkoit (O. nerka) u
gaprueii (O. tshawytscha) nokaseiBaer, 4TO OJIMH Y4acTOK JMBEPTEHIIMH PACIIONAraeTCsl MEXTy
caiitamu F3 u F4, a npyroil Bkmtowaer B ceOst cailt F2 u uacTe mpuiieraromieil Kk Hemy
MOCIIEZIOBATENILHOCTH €O CTOpoHBI caiita F1. Ilpu cpaBHeHMHM yeThIpeX BHUIOB TOJIBLIOB Poia
Salvelinus ¢ armanTmueckmm sococem (S. salar) ma ydactke Mmexny caiitamu F3 un F4
Ha0JII0/1aeTCsl OJIMH YE€TKO BBIPAXKEHHBIN MUK, @ 4aCTh IPOMOTOPA, KOTOpas BKIIIOYaeT cat F2 u
MPWIETAoNIyI0 K HEMY TOCTIEA0BATEILHOCTh MOKHO OTHECTH K Y4aCTKaM CO CPETHUM YPOBHEM
nuBepreHimy. B mape BumoB S. taranetzi — S. salar MoxHO BBIACTHTE €Il OJIUH ITHK, KOTOPBI
npuxoautcs Ha caiit F3. HecMoTps Ha MOBBIIEHHBIN YPOBEHb TUBEPTCHIINH, CATHI CBSI3bIBAHUS
C TPAHCKPHUIILIMOHHBIMU (PaKTOpamMu OCTAIOTCSI JIOCTATOYHO KOHCepBaTUBHBIMH (puc. 3.7). B
pe3yibTaTe aHaiu3a, OOBEAMHSIONIETO MPOMOTOPHBIC MOCeaoBaTebHOCTH reHa ghl Bcex
HCCJIEOBAaHHBIX BHJIOB JIOCOCEBBIX PBIO, ObLIa BbIsIBIIEHa KOoHcepBaTHBHOCTH TATA-Ookca,
caiita F1 u CRE nocnenoarensHocT. Caiitel F2 u F3 MoryT ObITh 0OXapaKkTepHU30BaHbI Kak
YYaCTKH CO CPEIHUM ypoBHEM H3MeHuuBOCTH (pHc. 3.8). OMHAKO, CTOUT OTMETUTH, YTO MPHU
cpaBHenuu ronbiioB poaa Salvelinus ¢ wepkoii (O. nerka) u atnanTrueckum jococeM (S. salar)
caiitel F2 u F3 ocratorcs koHcepBaTuBHBIMH (puc. 3.6). CambIM BapuaOelbHBIM M3 CaHTOB
CBSA3BIBAHMSI C TPAHCKPUIIIMOHHBIM (pakTopom Pit-1 okazancs caiit F4 (puc. 3.8). Vckntouenue
cocTaBJsIeT cpaBHeHHE mapbl BunoB S. curilus — S. salar, rae caiit F4 nmeer He3HAYUTEIBHYIO

nuBeprennuto (puc. 3.6).



S.malma+0.nerka
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< ]
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F4
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H
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4 F3 CRE F2 i o

Pucynok 3.7 — AHanu3 ypoBHsI JMBEPTEHIIMU MPOMOTOPHBIX YUaCTKOB reHa gh2 METOIOM CKOJB3SIINEr0 OKHA CPE/IH MPEICTaBUTEIEH
Tpex poaoB cemericTBa Salmonidae: Oncorhynchus, Salmo, Salvelinus. Pasmep pamku — 10 m.H., anwuna mara — 1 m.H. [To ocu X oTMedeHsI
MIOJIOKCHUS HYKJIEOTH/IOB, ITO0 OCH Y — YPOBEHb JUBEPTCHITUH.
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B pesynbprare ananmza, 00beAMHSIONIETO IPOMOTOPHBIE ITOCIEN0BATEBHOCTH reHa ghl
BCEX MCCJIEeI0BaHHBIX BUOB JIOCOCEBBIX PBIO, Oblila BhIsiBIIeHa KOHcepBaTUBHOCTL TATA-GoKca,
caiita F1 u CRE nocnenoBarensHocTi. Caiitel F2 u F3 MoryT ObITh 0XapakTepHU30BaHbl Kak
YYaCTKH CO CPeIHUM ypoBHeM m3MeHunBocTH (puc. 3.8). OQHAKO, CTOMT OTMETHTb, YTO TPH
cpaBHenuu ronbioB poaa Salvelinus ¢ vepkoit (O. nerka) u atnanTrueckum ococeM (S. salar)
caiitel F2 u F3 ocratorcs koHcepBatuBHbIMU (puc. 3.6). CambiM BapHaOCIbHBIM U3 CaHTOB
CBSI3BIBAHUS C TPAHCKPHITIMOHHBIM (pakTopoM Pit-1 okazancs caiit F4 (puc. 3.8). Uckirouenne
COCTaBIIsICT CpaBHEHHUE mapbl BUaoB S. curilus — S. salar, rae caiit F4 uMeet He3HAYUTENBHYIO
nuBeprenuuio (puc. 3.6).

OnemenT RARE/RXRE «koHcepBaTHBEH, JHIIb OJHA HYKJICOTHIHAs 3aMcHa ObLIa
Haiigena y O. nerka. B snemente GRE BbISIBIICHO 1BE HYKJICOTHIHBIC 3aMeHbI. M BCTpedaroTcst
9TH 3aMeHbl Tak ke, kak u B anmeMeHTe RARE/RXRE, tombko y mpencraBuTeneii poaa
Oncorhynchus. Murepecno otmetuth, uto y O. tshawytscha uacte caiita F2, xoTtopas He
nepekpeiBaetcs meMeHTaMu GRE m RARE/RXRE, B Tpex ©3 4YeThIpeXx IOJIOKEHHMA
HYKJICOTHJIOB COJICPXKUT 3aMCHBI. JIBE TPAHCBEPCUU M OJHY TpaH3uiuio (puc. 3.9). Hanmume
3aMEH Ha 3TOM Y4YacTKE€ NPUBOAUT K TOMY, YTO IPU CPAaBHEHUH IIOCJIEIOBATEIBHOCTEN
npomoTopa ronbiioB poaa Salvelinus ¢ gassrueii (O. tshawytscha) caiit F2 oka3biBacTcs caMbiM
u3MeH4MBbIM (puc. 3.6). Ele oMH BRICOKOKOHCEPBATHBHBIN y4acToK (=50 I.H.) pacroioXeH
BONM3u caiita F4. [lociienoBaTebHOCTH ¢ BBHICOKMM YPOBHEM M3MEHUMBOCTH JIOKATH30BaHBI

okoJo caiitoB F1 u F2 (puc. 3.8).
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Pucynok 3.8 — AHanu3 HyKJICOTHIHOW H3MEHYMBOCTH M JUBEPTEHIIMH MPOMOTOPHBIX yYaCTKOB
rena ghl npeacraBureneii cemeiictBa Salmonidae MmeTo10M cKoOJB3sIIEr0 OKHA. Pasmep pamku — 10 1.H.,
umHa mara — | mH. [lo ocM X OTMEYEeHBI MOJOXEHHS HYKJICOTHIIOB, TIO OCH Y — HYKICOTHIHOE
pazHooOpazue (m) (A) u nquBeprennus (b). A— ypoBeHb HYKJICOTHIHON H3MEHYHUBOCTH MTPOMOTOPHBIX
yuacTkoB rera ghl cpemu npencraButeneii Tpex pojoB cemeiictBa Salmonidae: Oncorhynchus, Salmo,
Salvelinus. b — ypoBeHb TUBEpreHIMyA MPOMOTOPHBIX Y4acTKOB reHa ghl cpenu mpeacraBureneit Tpex
poxos cemeiictBa Salmonidae: Oncorhynchus, Salmo, Salvelinus.
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GRE F2 RARE/RXRE
Salvelinus sp AACTTGTGTCCGTTCACTATGTCCTAGACAAC Salvelinus sp/S.salar TATAGTGATTGTTCCACAATCACATACAAAAACAGGTCC
O Herka/S.5alap e weeeem e Ao Torr st O e s e O.nerka e ——G-— B I TR, U B G
Qﬁhuwymphg [ RSOy ST, N RSN ., C RN, j Qwhamwcha G A GG /
Y | N
5 F4 F3 (RE Fl TATA 3

—

TGACG TATAAAAA
/\ A aacata
G?.’ve[iims sp CCAAACTCATGGGAAAATGTATGATTGAT\ [Saivelinus sp CCGTTGATACATTAAAACATGGA
Oncorhyrmhussp"' e s O.nerka S
S.salar R B £ S € O ASRAWPISCh -\ oo

S.salar R €

Pucynok 3.9 — Cxema pacrosnoKeHus: CAaiTOB CBSA3BIBAHHS C TPAHCKPUIIIMOHHBIME (DaKTOpaMH B
IPOMOTOPHOM 00acTu reHa ropMoHa pocra ghl y npencraButeneii Tpex poaoB cemeiictea Salmonidae.
B caiitax cBs3bIBaHUS € THNO(PU3-CHCHUPUYHBIM TPAHCKPUIIUOHHBIM (akTopom Pit-1 (F1-F4);
anemenTa otBeta Ha rirokokopTukouasl (GRE) m penentopa permnoeBorr kucinotel (RARE/RXRE)
OTMCYCHBI pa3jIniunsd B HYKHCOTHﬂHOﬁ MOCJICA0BATCIIbHOCTU MCXKIY BUAAMMU.

[TocnenoBaTensHOCTE MpoMoOTOpa TeHa gh2 y Bcex BUIOB JococeBbIX pbid (puc. 3.10)
OKazajmach OoJiee W3MEHYMBA [0 CPAaBHEHUIO C IIPOMOTOpPHOW oOyacThio TeHa ghl.
KoncepBatuBabiMu octatorcs TATA-Ookc, caiit F1, anementst RARE/RXRE u CRE. Yactp
caiita F3 u caiit F4 M0>XHO OTHECTH K y4acTKaM cO CpeIHUM ypOoBHEM U3MeHunBocTH. Hanbonee
W3MEHUYMBBIMU OKA3aJINCh YYacCTKH pACIOJIOXKEHHbIE MEXIYy CalTaMu CBSI3bIBaHMS C
TpaHCKpUMIHMOHHBIM (hakTopoM Pit-1: F1 u F2, a taxxke mexay caiitamu F3 u F4 (puc. 3.10).
Kak u B mpomortope rena ghl, gacte caiita F2 y mpeacraBureneir poma Oncorhynchus,
pacniosioxkenHass Mexay GRE m RARE/RXRE, comepxur 3amensr. 3amensr y O. nerka
BCTPEYAIOTCS B JBYX MOJOXEHUAX U3 ueThipex; y O. tshawytscha otnuuarorcs Tpu HykieoTua,

IIPY 3TOM CpPE/IM 3aMEH MPHUCYTCTBYIOT KaK TPAaH3UIIMH, TaK U TpaHcBepcuu (puc. 3.11).
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ITosoxeHne HYKJIE€OTHAOB, I.H.

Pucynok 3.10 — AHanu3 HyKJI€OTHIHON N3MEHYMBOCTH U TUBEPICHIIMY IIPOMOTOPHBIX YU4aCTKOB
reHa gh2 npezacraBureneii cemeiictBa Salmonidae MmeTo0M cromb3sIero okHa. Pasmep pamku — 10 n.H.,
mmuHa mara — 1 mH. [1o ocl X OTMeYeHBI MOJOXKEHUS HYKJICOTHIOB, TI0 OCH Y — HYKJICOTHIHOE
pazHooOpasue (1) (A) u quseprennus (b). A— ypoBeHb HyKJICOTHIHONH M3MEHUYMBOCTH MPOMOTOPHBIX
yuacTKoB reHa gh2 cpemau nipeacraButeneit Tpex pojaos cemerictBa Salmonidae: Oncorhynchus, Salmo,
Salvelinus. b — ypoBeHb TuBEpreHIK MPOMOTOPHBIX Y4acTKOB reHa ghl cpenu nmpeacraBureneit Tpex
ponos cemeiictBa Salmonidae: Oncorhynchus, Salmo, Salvelinus.
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GRE 12 RART/RXRE

) o o Salvelinus sp | TGTACTGATTGTTCCACAATCACATAGAAAAACAGGTCC
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5' F4 F3 CRE F2
TGACG TATAAAA

aacata
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S. levanidovi A Q,nerlm A
S. taranetzi e A - S.salar G
O.nerka/S.salar -~ —AA—

O.tshawytscha e AN GA

Pucynok 3.11 — Cxema pacnosnioKeHus CalTOB CBA3BIBAHUS C TPAHCKPUIIIMOHHBIMH (paKToOpaMu
B IPOMOTOPHON 00jacTH reHa ropmoHa pocta gh2 y mpeacraButesnell TpexX PpOJIOB CeMEHCTBa
Salmonidae. B caiitax cBsi3biBaHHs C TUIO(U3-CHENU(OUIHBIM TPAHCKPHUIIIIUOHHBIM (hakTopom Pit-1
(F1-F4); snemenre otBera Ha rimokokoptukouasl (GRE) u perentope peTHHOEBOH KHCIOTHI
(RARE/RXRE) oTmeueHs! pa3innuus B HyKJICOTHAHON MOCIEI0BATEILHOCTH MEXK/y BUIAMU.

HecMoTpst Ha TO, 4TO TIpU CpaBHEHHH ITPOMOTOPHBIX o0acTei roabioB poaa Salvelinus
c mpomoropamu HepkH (O. nerka), vassrum (O. tshawytscha) u atmantudeckoro sococs (S. salar)
HE BCE YYACTKM COXPAHAIOT KOHCEPBATHBHOCTH, XapaKTEPHYIO /IS MPOMOTOPOB TOJBIIOB,
YPOBEHb HYKJICOTHIHOTO Pa3HOOOpa3us JaHHOTO y4yacTKa MPOMOTOpa y BCEX MCCIEIO0BAHHBIX
BUJIOB MKy T€HAMH HE CHJIbHO pa3invaetcs: B reHe ghl on cocrasmn 1=0,04922, a B rene gh2
71=0,05721 (tab6s. 3.1). KpuBbie HyKJICOTHIHOW H3MCHUMBOCTH U JUBEPICHIINHU, KaK U B ClIydac

CpaBHEHUSs TOJIBLIOB poja Salvelinus, B 3HaYMTEIBHOM CTENIEHH COBIAAAIOT MO KAKIOMY I'eHY.
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3.2.2. MN3MeHYMBOCTH CTPYKTYPHBIX NOCJ/IeJ0BATEeJbHOCTEI TeHOB

Pe3ynmpTaThl aHasM3a METOAOM CKOJB3SIIETO OKHA TPAaHCKPHOMPYEMOW 4YacTh
HapaJIoTHYHBIX TEHOB TOPMOHA POCTa Yy rojbiioB poaa Salvelinus u ux cpaBHeHHE ¢ TeHaMH
TOPMOHA POCTa JPYTHUX JOCOCEBBIX PHIO MpecTaBiIeHb! Ha pucyHkax 3.12 — 3.19. Kak BumHO U3
pucynka 3.12, komupyroiias 4acts rena ghl y rojsmoB poaa Salvelinus umeer ouenb HU3KHI
YpOBEHb AMBEpreHiuu, 3Hauenuss DXy mis map Bugos S. malma — S. curilus, S. malma —
S. levanidovi u S. curilus — S. levanidovi cocrasmsror 0,00246, 0,00245 u 0,00382,
cootBercTBeHHO ([Ipmnoxenue |ll). Cambiii BBICOKHMI ypOBEHb JTUBEPTEHIIMH CPEIH
nocienoBaTenpHOCTe TeHa Qhl TONBIOB MOXHO HAOMIOAATh IPH CPABHCHHWW TOJIbIIA
JleanumoBa (S. levanidovi) c¢ romeiom Tapanma (S. taranetzi), Dxy=0,00626. Yposenn
JTUBEPreHIIMK B mapax BuaoB S. malma — S. taranetzi u S. curilus — S. taranetzi otnudaercs
HE3HAYHTEITBHO.

BapuaOenbHbIe y4acTKH, B OONBIINHCTBE CIY4YacB, MPUXOAATCS Ha IMOCIICOBATEIIBHOCTH
UHTPOHOB, OJHAKO HEKOTOpPbIE HHTPOHBI HMEIOT OYCHb HHU3KHH YPOBEHb JIHUBEPrCHIIMH
(puc. 3.12). Hanpumep, npu cpaBHEHUHU ceBepHOW MainbMbl (S. malma) c roxxHol a3maTtckoi
maneMoi (S. curilus) matponsr A u B coxpaHsoT KoHCepBaTHBHOCTB. B mape BuioB S. malma —
S. levanidovi Ha 1ocTaTOYHO MPOTSHKEHHOM YYacTKe TMOCIIEIOBATEILHOCTH, KOTOPasi BKIOYACT
gyacTh HHTpOoHA D, 3K30H 5, HHTPOH E 1enuKoM U 9K30H 6, TIOTHOCTBIO OTCYTCTBYIOT PAa3IUYHS.
KoHcepBaTHBHBIC yU4aCTKH HEOOJBIIION JITMHBI BCTpedaroTcs U B uHTpoHax C u D B mape BuI0B
S. malma —S. curilus, u B uaTOopoHax A u D nipu cpaBHenuu rombiia Jlesanumona (S. levanidovi)
¢ ceBepHoii ManibMoi (S. malma) u roxHo#t asuatckoi maiabmoit (S. curilus). CpaBHuBas rosbia
Tapanna (S. taranetzi) ¢ Tpemst [pyrumu BugaMu royisiioB poaa Salvelinus MoxxHO 3aMeTHTB, 4TO
BCC MHTPOHBI UMEIOT JOCTATOYHO BBICOKHH YPOBCHb JMBEPreHIIMU, OCOOCHHO BBIJICIISCTCS

UHTPOH A.
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Pucynok 3.12 — Ananu3 ypoBHs quBeprenuuu rera ghl ronemos poma Salvelinus meromzom

CKoJb341ero okHa. Pasmep pamku — 100 1.H., ;yirHa mara — 25 m.H. [1o ocu X oTMEYEeHbI MOJ0KEHUS
HYKJIICOTU 0B, 11O OCH y — YPOBCHb NMBCPIrCHIIUU. qepHBIMI/I MpAMOYTOJIbHUKaMH1 0003Ha4eHbI YK30HBI 1

MOTEHITUATBHBIC PETYIISTOPHBIE JIEMEHTHI. TOHKOM TMHUENH 0003HAYeHBI HHTPOHBI.

H
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YpoBeHb TUBEPreHIMH TPAHCKpUOUpyeMoit yactu reHa gh2 y roseiioB poma Salvelinus
3HAYMTEIbHO BhImie, yeM B reHe ghl (puc. 3.13). CaMbiMM KOHCEPBATHBHBIMH OKA3ajHCh
nocienoBareabHocTd BUIOB S. malma — S. curilus, 3sHauenne DXy Mexay HUMH COCTaBISET
0,00272. B mape BumoB S. levanidovi — S. taranetzi mabmromaercst camoe 60sb10€e 3HaueHne DXy
(0,02309). Jlms Bcex OCTaJbHBIX Map BHJIOB 3HaueHUs DXY OTIMYAIOTCS HE3HAYUTEIHHO
(ITpunoxenue 1V).

B rene gh2 y romemoB poma Salvelinus xoncepBaTMBHBIE MHTPOHBI MPAKTHYCCKH HE
BCTpedaroTcsi. VICKiIroueHne COCTaBJIAIOT ceBepHass MaibMa (S. malma) u rokHasi a3uaTckast
masibMa (S. curilus): mpu cpaBHeHUUM 3THX BUAOB HHTPOHBI A 1 E coBCceM HE MMEIOT pa3inuuii,
a B uatpoHax C m D BcTpewaroTcss HeOosbIne KOHcepBaTHBHbIC yuacTku (puc. 3.13). V
OCTaJIbHBIX BHJIOB TOJIBIIOB pona Salvelinus mocnemnoBaTenbHOCTH WHTPOHOB WU3MEHYHBBI 10
Becelt aumne. [pu cpaBHeHMH TOcieIoBaTeabHOCTH reHa gh2 rombita JleBanuaosa (S. levanidovi)
¢ ceBepHor MajbMmoi (S. malma) u roxHoM asuarckoi maimbMoit (S. curilus) camblii BEICOKHUI
yYpOBEHb JMBEpPreHiMu HaoOmomaercs B uHTpoHax A u C. CpaBHuBas roiblia TapaHiia
(S. taranetzi) ¢ Tpems apyrumu BUIaMH TOJNBIOB poaa Salvelinus BumHO, YTO BCE WHTPOHBI
UMCIOT JIOCTATOYHO HU3KHI YPOBEHb IUBEPreHIIMM, TOJbKO B HMHTpoHe D y Bcex BHUIOB
Ha0JIt0/1aeTCs OJIUH BHICOKUH TTHK.

Ha pucynkax 3.14 u 3.15, 00beIMHSAIOMNX B aHAIHU3E BCE MOCIEA0BATETLHOCTH TOJIBIIOB
pona Salvelinus, BuiHO, 94TO accoluaIisl KOHCEPBATHBHBIX YYaCTKOB C 9K30HAMU COXPAHSETC.
[Tuky BapuaOeNbHBIX YYAaCTKOB MPHUXOAATCS HAa WHTPOHHBIC MOCICIOBATEIBHOCTH YYaCTKU C
HU3KHM YPOBHEM JMBEPICHIIMN B MHTPOHAX IMPU CPaBHEHUH OTHOBPEMEHHO BCEX BUIOB IOJILI[OB
pona Salvelinus nmpakTudecku He BcTpedaroTcs. Y TojbloB B TeHe ghl Hanbosee BEICOKHE KU
MOXHO HaOmoaaTh B uHTpoHax A, D u E, a B rene gh2 tonsko B maTpoHax A u D. UaTpOH E B
rene gh2 umeer cpeanue mo BbicoTe muku. ['eH ghl y rosbioB 0Oojiee KOHCEPBATHUBEH I10

CpaBHEHHIO ¢ reHoM gh2,
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Pucynok 3.13 — Ananu3 ypoBHs quBepreHuuu resa gh2 ronemos poma Salvelinus meromzom

CKOJIB3AIICTO OKHA. Pa3Mep paMKH — 100 II.H., JJIMHa 11ara — 25 n.H. 1o ocu X OTMEUYEHBI TOJI0KCHUS

HYKJICOTHIOB, IO OCH Y — YPOBCHb JUBCPICHIIMH. I’IepHIJIMI/I MpAMOYTOJIbHUKaMU 0003HaYEHBI YK30HBI U

MOTEHITUATBHBIC PETYJISITOPHBIE 2JIEMEHTHI. TOHKOM TMHUEH 0003HAYeHBI HHTPOHBI.
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Hoao:keHHe HYKJICOTHA0B, M.H.

Pucynok 3.14 — AHaiau3 HyKJICOTHIHOM M3MEHYMBOCTH M JuBepreHnnu rena ghl romasios poaa
Salvelinus metomom ckomb3asiiero okua. Pasmep pamku — 100 m.H., aounHa mara — 25 m.H. [To ocu X
OTMEYEHBI MOJIOKEHUS HYKJIEOTHI0B, IO OCH Y — HYKJICOTUHOE pazHooOpasue (1) (A) U AUBEpreHIIHs
(F). A — ypoBeHb HYKJICOTHIHOH H3MEHUYMBOCTH Komupymmieir dactu reHa ghl. B — ypoBeHs
JMBEPreHnu Koaupyromeil dactu reda ghl. UepHbIME npsMOYyrojbHUKaMH 0003HAYEHBI 3K30HBI H

MOTEHILIMAJIbHbIE PETYIATOPHBIC AIEMEHTHI. TOHKON JHMHUEH 0003HaYeHbl HHTPOHBI
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IoJnoxenue HYKJIEOTHAOB, IL.H.

Pucynok 3.15 — AHanu3 HyKJI€OTHUIHOW N3MEHYMBOCTH U IWBEPreHIMH TreHa gh2 TobIoB poja
Salvelinus metomom ckomp3siiero okna. Pasmep pamku — 100 m.H., umHa mara — 25 m.H. [To ocu X
OTMEYEHBI IMOJIOKEHHsSI HYKJICOTHIIOB, 10 OCH Y — HYKJEOTHAHOe pa3zHooOpasue (m) (A) U ypoBeHb
muBeprennust (b). A — ypoBeHb HYKJICOTHIHOW W3MEHYMBOCTH KOAMpYromed yactu rena gh2. b —
YPOBEHb JMBEPreHIMN KOAUPYIOIeH dacTu reHa gh2. YepHbIMH NpSMOYTOJBHUKAMH OOO3HAYCHBI
9K30HBI M MOTEHIIATILHBIE PETyJIATOPHBIC 3JIEeMEHTHL. TOHKOM JMHUEH 0003HaYeHbI HHTPOHBI.
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YpoBeHb HYKJICOTHIHOTO pa3HooOpa3us B rere ghl cocrasiser 1=0,00446, B rene gh2
71=0,01423 (tabmuma 3.2), BeIUYHHA MHKOB U3MEHYMBOCTH B TeHe gh2 B 2—3 pasa Ooubliie, yem
B reHe ghl (puc. 3.14, 3.15). 3naveHust qUBEPTEHINH ISl TPAHCKPHOUpyeMoit yactu reHosB ghl
u gh2 cocrasun 0,00364 u 0,01064, coorBeTcTBeHHO. KpuBbie rpaduKOB HYKIEOTHIHOTO
pasHOOOpa3usi W JWBEPreHIMM B 3HAYUTENBHOW CTENeHW coBmajgaroT. Ha rpadukax
nuBepreniuu (puc. 3.14 b, 3.15 B) Taxke BHJIHO, YTO PK30HBI MMEIOT MEHBIIE Pa3Inuuid,

MHTPOHBI 0oJiee BapuaOeIbHBbI.

Tabnuna 3.2 — HykneotuaHnoe paznooOpasue TpaHCKpUOUPYEeMO# 4acTh TeHOB TOPMOHA

pocta ghl u ghl
Hyxneoruanoe paznoodpasue(n) = CranmapTHoe
HanMeHOBaHNE TaKCOHOB OTKJIOHCHMC
Tpanckpubupyemas Tpanckpubupyemas
gacTh reHa ghl yacTh reHa gh2

Pox Salvelinus 0,00446+0,00108 0,01423+0,00397
CemeiictBo Salmonidae

(Salvelinus, Oncorhynchus, 0,03737+0,00836 0,03683+0,00604
Salmo)

CpaBHuBas TpaHckpuOupyembie ydactku reHoB ghl m gh2 romemoB poma Salvelinus
otaenbHo ¢ Hepkoit (O. nerka), vassrueii (O. tshawytscha) u atmanTrueckum jococem (S. salar)
(puc 3.16, 3.17) MOXHO YBHJETh, YTO YacTOTA MUKOB YBEINYMBACTCS, YIaCTKOB C BBICOKUM
YPOBHEM JMBEPICHIIMH CTAHOBUTCS OOJIBIIC TPUXOIATCS TAaKHE YYaCTKH B OCHOBHOM Ha
HIOCJIEZIOBATEIFHOCTH HMHTPOHOB, TPU 3TOM JK30HBI COXPAHSIOT KOHCEPBAaTHBHOCTH. [Ipu
cpaBHenuu reHa ghl yetbipex BuoB rosbioB ponaa Salvelinus ¢ mepkoii (O. nerka) (puc. 3.16)
y4acTKH HauOoIbIel AuBepreHnnu Berpeyarotes B uHTpoHax C u D. IHTpoH A nMmeer camblii
BBICOKHMI MWK M3MEHYHBOCTHU IPHU CPaBHEHUH TOciienoBaTenbHocTeld reHa ghl romsioB poxa
Salvelinus ¢ gaBerueii (O. tshawytscha). CpasuuBast ren ghl atnantudeckoro sococs (S. salar)
u ronbioB poxa Salvelinus, BuaHO, 9To 00IIMIT YPOBEHD AMBEPreHIIMA HEMHOTO MEHBIIE, YeM
IpU CPaBHEHUH TOCieaoBareabHocTeit ronpiioB ¢ Hepkoir (O. nerka) um uasbrueir (O.
tshawytscha), sto orpaxaercst u B 3HaueHusx DXy (ITpunoxenue Ill). qoctaTouHo OOJBINONM

JieNeled HyKJICOTHUIOB Y aTlIaHTH4YecKoro jococs (S. salar).
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Pucynok 3.16 — AHanu3 ypoBHs JAMBEPreHIMHM KOAMpYyromieH dactu reHa ghl mpencraBurenecit cemeiictBa Salmonidae meromom
cKoyb3smero okHa. Pazmep pamku — 100 m.H., amuHa mara — 25 m.H. [lo ocu X OTMEUYEHBI MOJI0KEHUS HYKJICOTHIOB, 10 OCH Y — YPOBEHb
IuBepreHuuu. YepHbIMH NPSIMOYTOJbHUKaMU OOO3HA4YeHbl 3K30HBI W MMOTEHLMAJIbHBIE PETyIATOPHbIE 3JeMEHThl. TOHKON NuHuei
0003Ha4YeHBI HUHTPOHHI.
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Campble BBICOKME TIUKH MOXHO Habmomath B wHTpoHEe C, a HeoObuHas (opma mmka
uHTpoHa E 00ycioBIeHa JAOCTaTOYHO OOJBIION AENCIHeld HYKICOTHUIOB Y aTIaHTUYECKOTO
nococs (S. salar). B Tpanckpubupyemoii yactu rena gh2, kak U B TpaHCKpUOMPYEMOH YacTh
rena Qhl, mHaGmromaeTcsti JOCTATOYHO BBICOKMI ypoBeHb auBepreHmumu (puc. 3.17). Ilpwu
CpaBHEHHUH YETHIPEX BUJIOB roiibiioB poaa Salvelinus ¢ npeacraBurenssmu poga Oncorhynchus
CaMblif BRICOKHI MUK HaxoJuTcs B HHTpoHe A. Y aTimaHTtudeckoro jiococs (S. salar) u ronsios
pona Salvelinus npu cpaBHEHUH MTOCIIEI0BATEIbHOCTEH reHa gh2 caMbIM U3MEHYHMBBIM OKa3aJiCcs
uHTpoH D. CTOMT OTMETHTH, UTO MPHU CpaBHEHUHU TOJbIOB poma Salvelinus ¢ ocrambHBIME
npeacTaBuTesIMu ceMeiictBa Salmonidae, wmmeercss BBICOKMH THK, acCONMUPOBAHHBIA C
YYacTKOM TIOCJIEIOBATEIbHOCTH WHTpoHAa D, mpumieraromuii HEMOCPEACTBEHHO K MSATOMY
IK30HY.

Ha pucynkax 3.18 u 3.19, rue Tpanckpubupyemsbie ydactku reHoB ghl u gh2 romsion
pona Salvelinus oObenuHEHBI 1S CpaBHEHHS C  IOCIEAOBATCIILHOCTSIMU  JPYTHUX
npeacTaBuTeci cemerictea Salmonidae, 06osbIIMX pasauuMii HE BBISBICHO. YPOBCHb
HYKJICOTHIHOTO Pa3HOOOpas3us MEXIy IeHaMH OTJIMYaeTcs He3HauuTenbHo (tabmuma 3.2).
3HaYCHHS TUBEPTEHITMH Tak:Kke UMEIOT HeOonbiue pasinuuus: 0,02741 ais rera ghl u 0,02980
st rera gh2. HanGonpivre nuku, COOTBETCTBYIONIME HYKJICOTHUIHBIM 3aMEHaM B ClIy4yae reHa
ghl, mpuxonsarcs Ha uaTpoHB! A, C, D u E, HO He Ha uHTpoH B (puc. 3.18), B TO Bpems Kak, y
rera gh2 uatponsl A, B u D HakamimBarooT 00JblIee KOJIUYECTBO MYTAIHid, & OTHOCHTEIBHO
KoHCcepBaTUBHBIM siBiisieTcss wHTpoH C  (pue. 3.19). TlocienoBaTeabHOCTH HHTPOHOB
BapHuaOeIbHBI HE Ha BCEM MPOTSHKEHUH, BCTPEYAIOTCS M KOHCEpBAaTUBHBIE 00macTu. Ha prucynkax
3.18 u 3.19 BuAHO, YTO MUKK MU3MEHYMBOCTHU MPHUXOJATCS MPEUMYIIECTBEHHO HA IIEHTPAJIbHBIC
YaCTU MHTPOHOB, @ YYaCTKH, IpUJIeKaIIHe K KOHIIaM 9K30HOB, O0ee KOHCEpBATUBHEL. Takxke
0o0JacTH WHTPOHOB, COJACpIKAIIUE TOTEHIMAIBHBIC PETYISATOPHBIC JJIEMEHTHI, MEHEe
u3MeH4MBbl. Hampumep, KOHCEHCYCHBIE YYacTKH CalWTOB CBS3BIBAHUS C TPAHCKPUIIIMOHHBIM
daxtopom Pit-1 (Pit-1 yuactok 1 u Pit-1 yuactok 2), koTopsie 00Hapy)eHbl B uHTpoHe C 000uX
T'€HOB, OCTAIOTCS KOHCEPBAaTUBHBIMU B reHax ghl u gh2 TonbKo mpyu cpaBHEHUH YETHIPEX BHUJIOB
rouibioB pozaa Salvelinus (puc. 3.14, 3.15). I1pu cpaBHeHnu reHoB ghl YeThipex BUIOB TOJIBIIOB
poxa Salvelinus ¢ remamu ropMoHa pocta JPYrHX JOCOCEBBIX PHIO KOHCEPBATHBHOCTH ITHX

y4acTkoB He coxpansiercs (puc. 3.18). B cBoro ouepens snement ERE B uatpone C u snemeHT
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orBeta HAa TAM® (CRE) B uHTpoHE D rena ghl He sBISIOTCS BBICOKOKOHCEPBATUBHBIMU IIPH
cpaBHennu reHoB ghl Bcex BuIOB JococeBbIX. B reHe gh2 yuacTku MHTPOHOB, coAepiKaline

JIAHHBIC PETYJIATOPHBIE YJIEMEHTHI, MEHEee U3MEHUYUBHI, ueM B rere ghl (puc. 3.19).
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Pucynok 3.17 — AHanu3 ypoBHsI TUBEpPreHIMN KOJAUpYIoIel yactu rena gh2 npeacraBureneit
cemeiicTBa Salmonidae MeTogoM ckoub3simiero okHa. Pasmep pamku — 100 1.H., niauHa mara — 25 1.H.
Ilo ocm X OTMEYEHBI MOJOKEHUS HYKJIECOTHJIOB, 10 OCH Y — YpOBEHb AMBEPreHIMH. YepHbIMU
IPSAMOYTOJIbHUKAMU 0003HAa4Y€HBI 3K30HBI U MOTEHIMATIbHBIE PETYISTOPHbIE JIeMeHThl. TOHKON TuHUEN
0003HauEHBI HHTPOHBI.
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Pucynok 3.18 — AmnHanu3 HyKJICOTHAHOW HW3MEHUYMBOCTH UM JauBepreHiuu rena ghl

npeacTaBuTeNei cemeiicTBa Salmonidae MeTogom ckomb3siiero okHa. Pasmep pamku — 100 m.H., mymuHa
mara — 25 m.H. [1o ocu X 0TME4eHBI TTOJIOKEHUS HyKJICOTH/IOB, TIO OCH Y — HYKJICOTHAHOE pazHoobOpasue
(A) u muBeprennus (B). A — ypoBeHb HYKJICOTHIHOM N3MEHUNUBOCTH KOAMPYIOIIEit uacTu reHa ghl cpenu
npejicTaBuTeNei Tpex poaoB cemeiictBa Salmonidae: Oncorhynchus, Salmo, Salvelinus. b — yposens
JIMBEPTeHIINU KOIUpYolel yacT reHa ghl cpeau npeacraButeseil Tpex poaoB cemeiicTea Salmonidae:
Oncorhynchus, Salmo, Salvelinus. YepHbiMH mpsAMOYTrOJbHUKAMH 00O3HAYEHBI HSK30HBI U
HNOTEHIUATIbHBIE PETYJIATOPHBIE 3JIEMEHThI. TOHKON JTMHUEH 0003HaY€Hbl HHTPOHBI.
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Pucynok 3.19 — AmnHanu3 HyKJICOTHJAHOW HW3MEHUYMBOCTH U JuBepreHiuu rena gh2

npejacTaBuTeNei cemerictBa Salmonidae meTooM ckob3sero okua. Pasmep pamku — 100 n.H., [uinHa
mara — 25 1n.H. [1o ocu X 0TMEeUeHBI OJ0KEHUS HYKJICOTH/IOB, TI0 OCH Y — HYKJICOTHTHOE Pa3HOOOpa3ue
(A) u muBeprenuus (b). A — ypoBeHb HYKJICOTHIHOM N3MEHUMBOCTH KOAMPYIOIIEH yacTi reHa gh2 cpenun
npejcTaBUTENeH Tpex pomoB cemeiictBa Salmonidae: Oncorhynchus, Salmo, Salvelinus. b — ypoBens
JMBEPTeHIINU KOIUPYIoLIel yacT reHa gh2 cpeam npeacraBuTesell Tpex poaoB cemeiicTBa Salmonidae:
Oncorhynchus, Salmo, Salvelinus. YepHbiMM mpsSMOYroJbHHKaMH OOO3HAYEHBI JK30HBI U
NOTCHIUAIILHBIE PETYJIATOPHBIC JIeMEHTHI. TOHKOW JIMHUEH 0003HAYECHBI HHTPOHBDI.
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Jlnist Toro 4To0ObI MOKa3aTh ACMCTBHE OTPUIIATEIFHOTO 0TOOpa Ha pa3HbIE yYaCTKH I'eHa,
ObUT MPOBEICH CPABHUTENBbHBIN aHAM3 YPOBHS HM3MEHUYMBOCTH BHYTPU KaXKIOTO SK30HA U
WHTPOHA Cpeay MpeJCcTaBUTeNell Tpex poaoB cemeiicTBa Salmonidae. B renme ghl y Bcex
UCCJIEIOBAaHHBIX BHUJOB JIOCOCEBBIX KOPOTKHE SK30HBI OKA3alUCh MeHee BaphaOeIbHBIMH.
CamMbIM KOHCEPBATUBHBIM OKa3aJICsl MIECTON IK30H (63 M.H.), U TaK)Ke HE3HAYUTEIbHBIN yPOBEHB
nykieotuaHol n3menunBoctu (1=0,00386) BrIsBICH B IepBOM 3K30HE (74 1.H.). B ocTanbHbBIX
sk30Hax rena ghl: sropom (140 m.H.), TpetbeM (117 m.H.), yeTBepTOoM (156 T.H.) U TATOM
(147 mH.) — YypoBEeHb HYKICOTHUAHOM H3MEHYMBOCTH Kkonebinercs ot 0,018 mo 0,029.
Haubospmee HykieoTHaHOE pazHooOpaszue B reHe ghl xapakTepHO A 4eTBEPTOrO 3K30HA

7=0,0293 (Tabx. 3.3).

Tabnuma 3.3 — HykimeotuaHoe pasHooOpa3ue B 9K30HAX T'eHOB TopMoHa pocrta ghl u

gh2
ghl gh?2

Hyxkneornanoe Hyxneotugnoe
OK30HEI pazHooOpasue (1) pazHooOpasue (1)

+CrangapTHOE +CranmapTHoe

OTKJIOHECHHUE OTKJIOHEHHE

Exon 1 0,00386+0,00265 0,03501+0,00633
Exon 2 0,02585+0,00745 0,03946+0,00851
Exon 3 0,02768+0,00599 0,01099+0,00236
Exon 4 0,0293+0,00642 0,02869+0,00563
Exon 5 0,01846+0,00507 0,036934+0,00654
Exon 6 0 0,00756+0,00272
Bce 3x30HEBI 0,02070+0,00480 0,02832+0,00482

B rene gh2, xak u B reHe ghl, HaMMEHBIIYI0O W3MEHUYUBOCTH MOXHO OTMETHUTH JIS
mrectoro 3k30Ha (tadu. 3.3). OmHako ypOBeHb M3MEHUHMBOCTH IEPBOrO 3K30HAa B reHe gh2
ropaso Beimie, yeM B reHe ghl u cocraBnsier 1=0,03501. HecmoTps Ha To, 4TO JUITMHA TPETHETO
9K30Ha cocTaBisieT 117 M.H., ypOBEHb HYKJICOTHIAHOTO pPa3zHOOOpa3usi HE CaMblii BBICOKHI
71=0,01099 u 1o cpaBHEeHUIO ¢ TpeThM dk30HOM TeHa ghl, rne 1=0,02768, TpeTuii 5K30H B reHe

gh2 Gosee koHcepBaTHBeH. Hanboupimii ypoBeHb HYKJICOTHIHOTO pa3HOOOpas3Hs XapaKkTepeH
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i BTOporo sk3oHa reHa gh2 m=0,03946. YpoBeHb HYKJICOTHIHOTO Pa3sHOOOpa3uUs MATOTO
sk30Ha cocrapiser 1=0,03693. IlepBblif U MATHINA 5k30H B reHe gh2 Gojee M3MEHUYMBBI, YeM
NePBBIA U TATHIN 3K30H B TeHe ghl. YpoBeHb M3MEHYMBOCTH YETBEPTOrO 3K30HA B reHe gh2
oKasaJjics TaKoM ke, Kak U B yeTBepToM 3k30He rena ghl n=0,02869, ogHako H3MEHUYHUBOCTD Y
ITOT0 PK30HA OJTHA U3 CAMbIX HU3KUX MO CPABHEHHIO C IPYTUMH dK30Hamu reHa gh2.

YpoBeHb HYKJICOTUTHOTO pa3HooOpa3us B HHTPOHAX, Kak MpPaBHIJIO, BBIIIE, YEM B
IK30HaX, MOCKOJIbKY MHTPOHBI — 3TO HEKOAHMPYIOIINE MOCIEI0BATEIFHOCTH U HAXOASTCS TIOJ
MEHBIINM JaBJICHUEM OTPHUIIATETLHOTO OTOOpa. B cpenHeM ypoBeHb H3MEHYHBOCTH IO
UHTpOHaM He npeBbimaeT 3HaueHus 0,05, 3a uckmouenuem uaTpona B rena gh2. Hecmotps Ha
TO, UTO MHTPOH B caMbIii KOPOTKU N3 BceX MHTPOHOB '€HOB TOPMOHA POCTA, UMEHHO B HHTPOHE
B rena gh2 nabmronaeTcss HanOOIBIINI YPOBEHb HYKJICOTHIHOTO pazHooopasus n1=0,05982. B
CBOIO ouepeib HHTPOH B rena ghl ssisieTcst caMbIM KOHCEPBATHBHBIM. Y POBEHb H3MCHUNBOCTH
untpona B rena ghl cocraBnser 7=0,02963, 4TO COOTBETCTBYET YPOBHIO HM3MCHUHUBOCTH
HEKOTOPBIX 3K30HOB (Tabd. 3.3). Hanbonpmwmii ypoBeHb H3MEHYHBOCTH B TeHe ghl HabmomaeTcst
B untpone E — n1=0,05007. N3meHunBOCTh MHTPOHA A MEHbIIIE U3MEHYMBOCTU MHTPOHA E u
cocraisier 1=0,04699. YpoBeHb U3MEHYMBOCTH CaMbIX JUIMHHBIX MHTPOHOB TeHa ghl C u D
cocraisieT Bcero 1=0,04244 u 0,04190, coorBercTBeHHO (Tabm. 3.4).

B rene gh2 yposens m3ameHunBocTH B JUIMHHBIX HHTpOHAX C 1 D 011H U3 caMbIX HU3KHUX.
HecMoTpsi Ha TO, UTO y YeTHIPEX BUIOB royblioB pona Salvelinus uarpon C BTOpoii 10 BEJIMYHHE,
a y npezacraBurenei poga Oncorhynchus u Salmo on HeMHOT0 KOpoYe U COITOCTaBUM IO JTHHE
¢ uHTpoHOM A, ypoBeHb n3mMeHuuBocTH B MHTpoHe C Bcero mn=0,02835. B cBoro ouepens, B
UHTPOHE A HaOII01aeTCs OJTHO M3 CaMBbIX BBICOKMX 3HaUeHUH ypoBHs u3MeHunBocTd 1=0,05153.
B unTtpone D ypoBennr mzmenumBoct coctasisier 1=0,03607. Uutpon E B rene gh2 mmeer
HeOOJIbIIINE pa3MepPhl, OJHAKO YPOBEHb HYKJICOTHAHOTO pa3zHooOpasus coctaBiser n=0,04321

(Tabm. 3.4).
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Tabnuua 3.4 — HykneotuaHoe pazHooOpa3ue B MHTPOHAX

renoB ghl u gh2 siococeBbix peIO

ghl gh2
Hyxneotunnoe Hyxneotuanoe
Wutpon | Salmonidae, Bux | Jlnuna | pasHooGpasue (1) Jiuna pasHooOpasue (1)
(m.H.) +CrangapTHoe (n.H.) +CrangapTHoe
OTKJIOHCHHC OTKJIOHCHHC

O. nerka 392 470
O. tshawytscha 403 457
S. salar 464 461

A S. curilus 455 0,04699 + 0,00934 463 0,05153 + 0,01034
S. levanidovi 455 463
S. malma 455 463
S. taranetzi 455 465
O. nerka 136 138
O. tshawytscha 136 138
S. salar 142 135

B S. curilus 136 0,02963 + 0,00646 124 0,05982 + 0,01198
S. levanidovi 136 123
S. malma 136 124
S. taranetzi 136 123
O. nerka 710 445
O. tshawytscha 723 445
S. salar 821 455

C S. curilus 715 0,04244 + 0,01050 624 0,02835 + 0,00666
S. levanidovi 721 623
S. malma 721 624
S. taranetzi 721 623
O. nerka 1145 964
O. tshawytscha 1170 1108
S. salar 1117 1173

D S. curilus 1043 0,04190 + 0,00976 1171 0,03607 + 0,00466
S. levanidovi 1043 1168
S. malma 1044 1171
S. taranetzi 1044 1171
0. nerka 586 220
O. tshawytscha 592 217
S. salar 218 221

E S. curilus 620 0,05007 + 0,01030 226 0,04321 + 0,00923
S. levanidovi 620 225
S. malma 620 226
S. taranetzi 622 226

Bce unTpoHs! 0,04218+0,00944 0,03958+0,00646
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Ecimu cpaBHUBaTH 3HAYEHUS HYKJICOTHUAHOTO pa3HOOOpa3us B HDK30HAX, MWHTPOHAX U
IPOMOTOPHBIX 00JACTSX, TO MPOMOTOPHI, HECMOTpPs Ha OOJBIIOE KOJIUYECTBO CANTOB
CBSI3BIBAHMSI C TPAHCKPHUIIIMOHHBIMU (DAKTOpaMU, KOTOPBIE JJOCTATOYHO KOHCEPBATUBHBI BHYTPH
OJIHOTO CEeMeMCTBa y pa3HbIX BHJOB, OKa3bIBAIOTCA OJIMXKE IO YPOBHIO H3MEHYMBOCTH K

HEKOJUPYIONTUM Y4acTKaM — HHTPOHAM, YeM K KOJUPYIOIUM — SK30HAM.
Paznuums B HyKJI€OTHIHOM COCTaBE TaKXKe MOTYT YKa3bIBaTh HA pa3Hoe JielcTBHUE 0TOOpa
Ha oTjAeabHbIe yyacTku reHa. Comepxkanre GC B MHTpoHax reHoB ropmona pocta ghl u gh2
JIOCTaTOYHO OJHOPOHOE U He TpeBbimaeT 40%. MHTpoHBI, UMEIOIINE SKCTPEMATILHO BBHICOKHE
WIK HaoOOpOT OYEHb HHU3KWE 3HaueHus mno cojaepxkaHuio GC B reHax ropmMoHa pocrta He
obHapyxenbl. Hanmenbmiee conepxanne GC B rene ghl npuxoaurtcs Ha uaTpoH B (36,9%), a
HanOosbiee Ha UHTPOH C (39,6%). B rene gh2 na mHTpoH B HA00OpOT MpHXOIUTCS camoe
oonpmioe comepkanue GC-map 39,2%, a camoe HuM3Koe 3HaueHue y uHTpoHa E (35,5%).
B3aumocBs3p MexIy JUIMHOW MHTPOHOB U cojepkanueM GC-map Takxke He MPOCIIeKUBACTCS.
Wutpon D, kak caMblil JTUHHBIN, ABIsSCTCS He cambiM HachiieHHBIM GC: 37,2% B rene ghl u
36,3% B rene gh2. A camblii KOpOTKUI UHTPOH B ToyibKO B reHe gh2 mmeeT BHICOKHI YPOBEHb
conepxanust GC. B tom e rene gh2 untpon E xapakTtepusyercs HeOONBIIOW JIMHOW, HO

ypoBeHb coaepxkanus GC caMblil HU3KUI 11O BceM UHTpoHaM (Tadum. 3.5).

Ta6muna 3.5 — Conepxanne GC-nap B muHTpoHax reHoB ghl u gh2 j1ococeBbIX phIO

Yyactku G+C (%)

reHa ghl gh2
Nutpon A 38,4 37,6
Nutpon B 36,9 39,2
Nutpon C 39,6 38,5
Nutpon D 37,2 36,3
HNutpon E 38,1 35,5
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3.3. ®ujioreHusi reHOB rOpMOHA pocTa

duitoreHeTUYECKas cxema JJMBEPreHIIN TPAaHCKPUOUPYEMOW 4acTH I€HOB-I1apajioroB Ha

ocHoBe baiiecoBcoro moaxona (Bl) mpuBenena Ha pucynke 3.20. dugoreHeTyeckoe IepeBo,

MOCTPOECHHOE Ha OCHOBaHUM NJ MeTOJ1a, UMEET CXOJHYIO TOMOJIOTHI0. BUIHO, YTO KaXKIbId U3

I'CHOB-IIApAJIOI'OB BCCX BHIOB O6T>GI[I/IH}II-OTCH B OTACIIbLHBIN KJIaCTEP. BHYTpI/I KaXXJ0ro us3

KjaacTepoB Buabl pojoB  Salvelinus,

Oncorhynchus u Salmo ¢dopmupyror oTnenbHbIC

cyoxmactepsl. VickimoueHueM siBisiercst rer gh2 Salmo salar, koTopslii BRICTYHAeT B MOJI0KEHUH

CECTPHHCKOTO TAKCOHA IO OTHOIICHHIO K roybiaM poaa Salvelinus.

1/95

1/96

1/100

1/100

1/100

0.99/78 [ Salvelinus malma

Salvelinus levanidovi
Salvelinus curilus
Salvelinus taranetzi

Oncorhynchus tshawytscha

Oncorhynchus nerka

Salmo salar

1/100

0.97/44

1/100

1 fgf Salvelinus malma

1166 | L Salvelinus curilus

Salvelinus taranetzi

Salvelinus levanidovi

Salmo salar

1/100

1/100

0.01

1/571

Oncorhynchus nerka
Oncorhynchus keta
Oncorhynchus tshawytscha

Oncorhynchus mykiss

- ghl

- gh2

Pucynok 3.20 — ®unorenernyeckasi peKOHCTPYKIIHS, BBIOJHEHHAS IIPU MIOMOIIH 6alieCOBCKOT0

Mmetrona. B y3j1ax BETBEH YKa3aHbl allTOCTCPUOPHELIC BCpOﬂTHOCTI/I/ 6YTCTpCH-HOI[I[ep)KKI/I IJIL ICPCBLCB

BI/NJ (Kamenckas u nip., 2017, ¢ MoauduKamnmsMm).
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Cxema  ¢unoreHun  OOBEAMHEHHBIX  IOCIEAOBATEILHOCTEH  T'€HOB-TIAPAJIOTOB,
BKJIIOYAIOIIUX PETYJISTOPHYIO YACTh M TPAHCKPUOUPYEMYIO YacTH, MPUBEIeHa Ha pUcyHKe 3.21.
Tononorust NJ nepeBa ujieHTUYHA TOMOJIOTHU JIEpEBa, MOCTPOEHHOMY balleCOBCKUM METO/IOM.
Kiactepsl coOpMHUpOBaHBI COTJIIACHO POJOBOM MPHHAAISKHOCTH BHI0B, Salmo salar

(dopMHUpyET HEpa3pEIICHHYIO BETBb Ha 3TOM JIEpPEBE.

1 /{ Salvelinus malma
1/100 S

alvelinus curilus

1/100

Salvelinus taranetzi

Salvelinus levanidovi

1/100 Oncorhynchus nerka

Oncorhynchus tshawytscha

Salmo salar

P
0.005

Pucynox 3.21 — ®unoreHeTnueckasi peKOHCTPYKIUS, OOBEIMHEHHBIX IOCIIENI0BATEIBHOCTEH
reHoB ropmoHa pocta ghl u gh2 BeIoJHEHHAs TPU MOMOIIHM 0alleCOBCKOro MeToja. B y3max BerBeit
yKa3aHbl allOCTEPUOPHBIE BEPOSITHOCTU/OYTCTPEN-MOAAEPKKH 1sl 1epeBbeB BI/NJ.
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I''TABA 4. OBCYXJIEHHUE

4.1. CTpykKTypa NpOMOTOPHBIX YYaCTKOB I'eHa TOPMOHAa pPoCTa

JJOCOCEBbIX

HccnenoBanne MpoMOTOPHBIX 00JIACTEH TapaIOTHYHBIX TeHOB ropMoHa pocta ghl u gh2
y 4eThIpex BUIOB rojsioB poaa Salvelinus (S. malma, S. curilus, S. levanidovi u S. taranetzi) u
CpaBHEHHE UX C MPOMOTOpaMu reHoB ropMona pocta HepkH (O. nerka), yassruu (O. tshawytscha)
U aTiIaHTH4YeCKOTo Jiococs (S. salar) mokazanu, uyTo Ha yyacTke auuHoN 300 I.H. mepea TOYKon
UHULMAIUU  TPAaHCKPHUILMH, COCPEJOTOYEHbl  KIIOYEBBIE  CAMTBl  CBS3bIBAHUSA  C
TPAHCKPUMIIMOHHBIMU  (akTopamMl ¥ JAPYTMMH JIUTaHJIaMH, KOTOpPHIE OTBEYAlOT 3a
dbopMupoBaHHE  TOJHOLIEHHOIO  TPAHCKPUIIMOHHOIO  KOMIIEKca H  3(PPEeKTUBHYIO
TKaHeCTIeIU(PUUHYIO SKCIIPECCUI0 FeHa TOPMOHA pocTa B comaToTpodax. B mpomoTopax obonx
T€HOB BCEX HCCJIEJOBAHHBIX BUJIOB T'OJIBIIOB BCTpEUatoTCs mociieqoBaTenbHOCTh 1 ATA-OoKca,
CaWTBI CBS3BIBAHHS C THIIO(H3-CIICIHU(DUIHBIM TPaHCKPUIIMOHHBIM (hakTopoMm Pit-1 (F1-F4),
aneMmeHThl oTBeta Ha NAM® (CRE), rmokokoprukounbl (GRE) u caiiTbl cBsi3bIBaHUS C
peuentopom perunoeBoit kuciaotsel (RARE/RXRE).

TATA-Gokc sBrsieTcs 00s13aTeIbHBIM JIEMEHTOM ITPOMOTOPA BO BCEX OMUCAHHBIX TEHAX
FOPMOHA POCTa MO3BOHOYHBIX )KMBOTHBIX. B 6onbmmHcTBE MpoMoTopoB TATA-60KC HaxouTCs
Ha pACCTOAHMM OKOJO 25-30 m.H. OT TOYKM HadajJa TPAHCKPUIILMH, HO Yy HEKOTOPBIX
npencraBuresneil napHokonbITHBIX TATA-6okc pacnonaraercs maneiie (Lioupis et al., 1997,
Wallis, Wallis, 2001). ¥V deTbipex ucciaeaoBaHHBIX HAMU BUJIOB TOJBIIOB MOCIEI0BATEILHOCTh
TATA-60kca, cocTosmas 13 MECTH HyKJICOTHA0B, Oblila HalileHa B 000MX reHax-napajiorax Ha
paccTossHMM —22 T.H. OT TOYKHM Hayayia TpaHcKpumnuuu. [Ipu cpaBHeHUH MOcien0BaTeNbHOCTEN
POMOTOpA TOJIBIIOB ¢ MPOMOTOpaMH atiaHTuyeckoro yiococs (S. salar), wepxu (O. nerka) u
yaBbiun (O. tshawytscha) Obi10 mokaszano, uto y 3THx BuaoB TATA-OOKC TakKe COCTOHMT U3
HIECTU HYKJICOTHAOB U HAXOAUTCA HA PACCTOSIHMM —22 M.H. OT TOYKH Hayajla TPAHCKPUIIIUU B
renax ghl m gh2, coorBercTBeHHO. [IOCKONBKY y JOCOCEBBIX, KaK W y MpPEACTaBUTEINCH
ceMmeiictBa cnapoBeie (Almuly et al., 2005) u uuxnossie (Sekkali et al., 1999), nonoxenue u
NOCJIEZI0BATENbHOCTh HYKJIEOTUI0B, cocTaBisomuX TATA-O0Kc, cOBIanaT, MOKHO FTOBOPHUTH

0 BbIcOKO# kKoHcepBaTUBHOCTH TATA-O0Kca B TeHax rOpMOHa pOCTa y PbIO U3 Pa3HBIX OTPSIOB.
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B npoMoTopax reHa ropMOHa pocTa MOT'YT BCTpeuaThbes fonoaHuTenbable TATA-O0KCHI.
JIBa nononuutenbHbix TATA-O0kca ObUTO ONMKCAHO B IPOMOTOPHOM 00JIACTH T€HOB TOPMOHA
pocTta paxyxkHoit popernu (Oncorhynchus mykiss) (Yang et al., 1997). YV kypuIibl B reHe TOpMOHa
pocta momumo ocaoBHoro TATA-60kca Obu1 onuca erie oaus (Tanaka et al., 1992). Oxnako o
B3auMoeiicTBUM TpaHckpunimoHHoro ¢gakropa TBP ¢ nononautensupiMu TATA-Gokcamu u
HEMOCPEJCTBEHHOTO UX y4acTusi B 00pa30BaHMM TPAHCKPHUIILIMOHHOTO KOMIUIEKCA HUYETO He
M3BECTHO. Y JIOCOCEBBIX Ha yuyacTke nmpomMoTopa uinHou B 300 m.H. mononHuTenbHbIX TATA-
O0KCOB HaM OOHAPY>KUTh HE YJAIOCh.

Jis dhopMHupOBaHUS TOJTHOLIEHHOTO TPAHCKPHUIIIIMOHHOTO KOMIUIEKCA 005S3aTeIbHBIX
AJIEMEHTOB MpPOMOTOpa, Takux kak TATA-Ookc, kak MpaBuUiio, ObIBaeT HEJOCTaTOYHO. B
MPOMOTOPHOM 00JAaCTH JOJDKHBI MPHUCYTCTBOBATH IMOCIIENIOBATEIHHOCTH, C KOTOPBHIMU OYAyT
B3aMMOJICHCTBOBATh  OIPEEICHHBIE TKaHecenupuIHble (aKTOPhl TPAHCKPUIIIUHU. 3a
TPAHCKPUIIINIO T€HOB TOPMOHA POCTa HETIOCPEACTBEHHO B COMAaTOTpO(dax OTBEYaeT runogus-
cnenuUYHbIA TPaHCKPUIIUMOHHBIN pakTop Pit-1. 11 ycrenHol TpaHCKpUIILIUY I'eéHa TOPMOHa
pocTta HEOoOXOIMMO B3aUMOJCHCTBHE TPAHCKPUMIIIMOHHOTO (akTopa Pit-1 ¢ HeckonmbkuMuU
caliTaMu CBsi3bIBaHUs. Y OOJbINIMHCTBA MO3BOHOYHBIX )KUBOTHBIX (Walker, 1991; Ohkubo et al.,
1996; Lioupis et al., 1997; Maniou et al., 2004), B ToM 4uciie U y mpeAcTaBUTENICH pa3sHbIX
otpsoB peid (Tanaka et al., 1995), B mpomoTope reHa ropMoHa pocTa MPUCYTCTBYIOT TIO JIBa
caiiTa CBSI3bIBAHUS C TPAHCKPHUIIMOHHBIM (akTtopoM Pit-1. OmHako mpu HCCIIEIOBaHUH
B3aUMOJICHCTBUS (hakTopa TpaHCKpumiwH Pit-1 ¢ mpoMOTOpPOM OJTHOTO M3 TEHOB TOPMOHA POCTa
panyxHoit hopenu SImana ¢ coasropamu (Yamada et al., 1993) mokasanu, uro ¢akrop Pit-1 B
IPOMOTOpE CBSI3bIBACTCA HE C ABYMs caiiTamu, a ¢ 4eTelpbMs. [Ipu cpaBHEHMH IPOMOTOPHBIX
o0JyiacTeld TEHOB TOPMOHA pOCTa YETHIpeX BUIOB ToubloB pona Salvelinus, arimantudeckoro
nococs (S. salar), mepku (O. nerka) u gaBbrum (O. tshawytscha) Obln HaiieHbl YeThIpe caiita
CBSI3BIBAHUS C TPAHCKPUIIIMOHHBIM (akTopoM Pit-1 B rene ghl u B rene gh2 y xaxaoro Buja.
HyxneornaHas mocienoBaTenbHOCTh W TOJIOKeHUe caiita F1 JgocTaTo4HO KOHCEpBaTHUBHBI
MEXIy IBYMs reHaMu gh y Bcex mccieayeMbiX BHIOB JiococeBbiX. B rene ghl caiit F1 nmeer
HEMHOTO OOJIbIIIe pa3iuyuii Mexay Bupamu, yeM B reHe gh2. IIpu cpaBHenuu c caiitom F1

TOJIbIIOB TPU 3aMEHBI BCTPEUAETCs y aTiaHTHYeckoro jococs (S. salar), ne 3ameHbl y HEpKU
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(O. nerka), u onna 3amena y 4daBbiuu (O. tshawytscha). 3amensl cocpeoToueHbl Ha KOHIAX
MOCJIE/IOBATEILHOCTH U HE 3aTParuBaioT IIEHTPaIbHYIO YacTh caiita F1 (puc. 3.9).

Caiit F1 B rene gh2 ronbios coBnanaet ¢ ganubIM caiitom y O. tshawytscha u otiinyaercs
oxuuM HykieotnaoM ot caiita F1 O. nerka u S. salar (puc. 3.11). B caiitax F2 u F3 y 10coceBbix
HalIeHo OoJbIe pa3nuunii no cpaBHeHuto ¢ caiitoM F1. [Tonoxenue caiita F2 koHcepBaTUBHO
BHYTPH Kaxaoro rena. ['panurpl caiita F3 B rene gh2 coBmamaroT y BceX BHIOB JIOCOCEBBIX.
[Tonoxxenwue caiita F3 B rere ghl cMmemnieHo Ha 0 uH HYKICOTH y TOJIbIOB (—154/—182 m.H.) mo
CPaBHEHHUIO C OCTaJbHBIMH BHIaMH JococeBbiX (—155/-183 m.u.). Caiit F4 okasajcs cambiM
BapuabeNbHBIM 0 CPABHEHUIO C IPYTUMH caiiTaMu. Ero monoskeHrne HAeHTUYHO B 000MX T€HAX,
3a uckimoueHreM reda ghl S. salar (—258/-289 m.u.). Kaxaprit F-caiit Gorat HykieotTngaMu A
u T u conepxkut koncencycHbii MOTUB (T/A)NCTNCAT, npennosxxennslit Oky6o ¢ coaBTopamu,
KaK yHUBEpCcalbHbIM 11 KocTUCThIX pbIO u mrui (Ohkubo et al.,, 1996). Ha ocHoBanuu
MOJIYYECHHBIX JAHHBIX, JIOCOCEBBIX PHIO MOXKHO Ha3bIBaTh YHUKAILHOM TPYIION MO3BOHOYHBIX
JKUBOTHBIX, Y KOTOPBIX Ha TMPHWJIETAIONIEM K TPaHCKPUOWPYEMOM YacTH reHa MpPOMOTOPHOM
ydacTke ObUTO 0OHApYIKEHO He JiBa caiiTa cBsa3biBaHus ¢ Pit-1, a yeTsipe.

B HEKOTOpBIX ciIyyasix, B YaCTHOCTH IIPU OLIEHKE YPOBHS SKCIIPECCUU I'€Ha TOPMOHA pOCTa
gyenoBeka hGH-N B cucteme in Vivo ObUIO MOKa3aHO, YTO ABYX CAHTOB CBS3BIBAHUS C (PAKTOPOM
Pit-1 HaxoasamMXCcs B MPOMOTOPE JIs1 0OSCIICUEHHS] aKTUBHOM TPAHCKPHUIIIIUKU HE JIOCTATOYHO, U
HeoOxoauMo npucyTcTBUE cBepxuyBcTBUTENbHBIX K J[IHKa3e I caiitoB (HS), oaun u3 KOTOpHIX,
HSI, cogepXuT Tpu JOMOTHUTEIBHBIX CaliTa CBSI3bIBAHUS C TPAHCKPHUITIIMOHHBIM (akTopoM Pit-
1.V yenoBeka 3TU CBEpXUyBCTBUTENbHbIE CAThI PACIIOI0KEHBI HA pPACCTOSIHUM HauyuHas oT —15
T.ILH. 10 —32 T.IL.H. OT ocHOBHOTro mpomMoTopa (Jones et al., 1995; Shewchuk et al., 2006). ¥
JIOCOCEBBIX HACTOJBKO MPOTSIKEHHAsI TOCIEN0BATEbHOCTh HHUKOI/IA HE HCCIeAoBanach H
OJIHO3HAYHO HEJb3sl CKa3aTh OYyAYT JIM HAWIECHBI y JIOCOCEBBIX PHIO JOMOIHUTEIBHBIC CAUTHI
cBs3biBaHMs ¢ Pit-1 Ha TakoM OONBIIOM pACCTOSIHMM OT TOYKM Hadala TPAHCKPUIIUU.
KoHceHCyCHBII MOTHB OJHOTO U3 TOTMOJIHUTEIbHBIX caiiToB Pitl-C, ObuT HaliJicH B cocTaBe caiiTa
F3 rema @gh2 nococeBbiX, HO Ha OCHOBAaHHMM CpPAaBHEHHUS TOJIBKO HYKJICOTHUIHON
MOCJICIOBATEIbHOCTA HEMBb3s CleNiaTh BBIBOJI, YTO Y4YacTOK caiita F3 rema ropmona pocra
JIOCOCEBBIX SIBJISICTCS MPEANICCTBEHHUKOM caiiTa cBsi3biBaHwusl ¢ Pit-1 (Pitl-C), tokain30BaHHOTO

B HSI genoseka. Omgnako, cormacHo pabotam 1o oreHke 3(h(HEKTUBHOCTH SKCIPECCUU TeHA
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FOPMOHA pOCTa JIOCOCEBBIX, MPUCYTCTBUE B mpomorope caitoB F2 u F3, ¢ koropsimMu
CBSI3bIBACTCSI TPAHCKPHIIMOHHBIA (akTop Pit-1, yBenuuuBaeT ypoBEeHb 3KCIPECCHH TI'eHa
TOPMOHA POCTa JIOCOCEBBIX JI0 ONTUMAIBHOTO, MO0 aHAJIOTHUHU C caiitTamu HS s rena ropmona
pocrta uesnoBeka (Argenton et al., 2002; Shewchuk et al., 2006).

YBenuueHune ypoBHS SKCIPECCUU TEHOB TOPMOHA POCTa MOXKET MPOUCXOIUTH HE TOJIBKO
3a CUeT B3aMMOJICHCTBUS TPAaHCKpUIIIMOHHOTO (pakropa Pit-1 ¢ caiiramu F2 u F3, Ho u u3-3a
NPUCYTCTBUS HA STOM YYacTKE CaWTOB CBS3BIBAHUS C PEIENTOPAMH TOPMOHOB WM APYTHMH
(bakTopamMu, KOTOpble BMecTe ¢ Pit-1 ydacTByOT B mpoliecce aKTHBAIMK TPAHCKPUIIHH
(Argenton et al., 1996; Almuly et al., 2005). DemenT orBera Ha TmokokopTukouabl (GRE) n
caiiT cBs3bIBaHus ¢ perentopoM petuHoeBoi kuciaotel (RARE/RXRE) nepekpriBatot caiit F2 B
MPOMOTOPE Yy BCEX HCCIEIOBAHHBIX BUAOB J0cOCEBBIX. C MPOKCMMAIbHON YacThio caiita F2
coBmnajgaet yyactok nocienoBarenbHocTd RARE/RXRE, a Gonbiias yacTh 35ieMeHTa OTBETa Ha
rmokokoptukousibl  GRE  mepekppiBaer nucranpHyr dYacth caiita F2. CBobomHoil oOT
nepekpeiTusi B caite F2 ocraercs o0macTh W3 UEThIpeX HYKICOTHIOB, KOTOpas y
npencrasureneii poma Oncorhynchus B o0oux reHax CONEP)KUT pas3HBIC THITBI MYyTaIlHi
(TpaH3WIMK W TpaHCBEpCUH). BO3MOXHO, UMEHHO MyTalUu OOECIEYMBAIOT ILIACTHYHOCTH
JIAHHOTO y4acTKa MPU B3aUMOJCHCTBHH C TPAHCKPUITIIMOHHBIMU (akTopamu (puc. 3.9 u 3.11).

[TocmemoBaTenbHOCTh CalTa CBA3BIBAHUS C  PELENTOPOM PETUHOEBOM  KHUCIOTHI
RARE/RXRE, onucannas paHee [isi 4aBbIuM U aTiiaHTHUeckoro yiococs (Von Schalburg et al.,
2008), Tarxke ObUTa HaiijiecHa HAMH B TIPOMOTOPE HEPKH W YETHIPEX BHUJOB TOJIBIIOB pOJIa
Salvelinus (Kamenckast u ap., 2017). C perenTopoM CBSI3bIBAIOTCS JBE 00JaCTH, pa3/e/iCHHbIC
BOCHMbIO NapaMH HYKJICOTHJIOB. Y YaCTKH, OTBETCTBEHHBIC 32 B3aUMOJICHCTBHE C PELENTOPOM
PETHHOEBOM KUCIIOTHI KOHCEPBATUBHEI B 000MX reHaX-Mapaiorax y BCeX UCCIEI0BAaHHbBIX BUIOB
JIOCOCEBBIX, 32 MCKIIOYEHUEM reHa gh2 4aBbIuM: B MPOKCHMMAJIbHOM YacTH SJIEMEHTa MEpPBbIM
aJICHUMH 3aMEH Ha IMTO3WH. B TMOCIIeN0oBaTEIbHOCTH, PA3ACISIONICH YYaCTKU CBSI3BIBAHUS C
PELENTOPOM PETHHOECBOM KHUCIIOTHI, MMEIOTCS ¢AMHUYHBIC 3aMeHbl U B reHe ghl, u B rere gh2. B
rede ghl Tonpko y HepKH HAOIOACTCS TPAH3UIUS: OJIMH U3 aJICHUHOB 3aMCHCH Ha I'yaHuH. A
B reHe gh2 mpoucxomuT TpaHCBepCHs: 3a MEPBBIM aJCHUHOM Y TOJIBIIOB U aTIaHTHYECKOTO

JIOCOCA CIICAYCT 'yaHHH, 4 Y HCPKU 1 YaBbIYHM HUTO3WH.
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OnemeHT oTBeTa Ha riokokopTukouabl (GRE), kak u caiiT cBS3bIBaHUS C PELEITOPOM
PETHHOEBON KHUCIIOTHI, COCTOUT U3 JIBYX y4acTkoB. Ho, B ornmnunn ot RARE/RXRE, yuyactku
CBA3BIBAHMS C PELIETITOPOM INTFOKOKOPTHUKOMJIOB PACIIONIOKEHBI OJIMKE K APYT APYTY, IOCKOJIBbKY
WX pa3fenseT TOJBKO TpH HyKJIeoTHaa, a He BoceMb kak B ciaydae RARE/RXRE.
[Mpoxcumanbhas vactsb 3neMeHTa GRE (TGTTCC), kotopas coBMelieHa ¢ caitom F2, B reHe
ghl uneHTHYHA y BCEX BHJIOB JIOCOCEBBIX, a B reHe gh2 y Hepku umeercst o7iHa 3aMeHa: BMECTO
ryannHa — iuTo3uH. OT mocnenoBatenbHOocTH GRE, onucanHoii A mutekonuraromux (Beato et
al., 1989), mpokcumanbHas 4yacTh 3nemeHTa GRE 5ococeBbIX oTiM4aeTcss TOIBKO Ha OIUH
HYKJICOTH: Ha 3'-KOHIIE y JIOCOCEBBIX — IIUTO3MH, a Y MIIEKONHUTAIOIIUX — TUMUH. Bbicokas
KOHCEpPBATHUBHOCTh JTAHHOTO Yy4yacTKa IMPU CPAaBHEHUU CPEIU Pa3HBIX TPYIMN MO3BOHOYHBIX
YKa3bIBa€T HA €r0 BAXKHYIO POJIb MIPH B3aUMOJCHCTBUH C PEIIENTOPAMU TITIOKOKOPTUKOUIOB.

JlucTanpHas 4acTh JIEMEHTA OTBETa Ha MTFOKOKOPTUKOHIBI B TeHE gl CONEpKUT TOIBKO
OIIHY 3aMeHy: y mpexactaButeneid poga Oncorhynchus B mocnenoBatenbroctn GGT B mepBom
NOJIO)KEHUU TYaHHH, a HE aJIeHUH, KaK Y TOJIbIOB U aTJIaHTUYECKOTO Jiococs. Eie onHa 3ameHa
y Hepku W 4YaBblum B 3nemeHTe GRE renma ghl mpucyrcrByer B mociemoBaTelbHOCTH,
pa3lensoNIe caiThl CBS3BIBAHUS C PELIENTOPOM TOPMOHA, Y HMX Ha 3TOM Y4YacTKE BMECTO
ryaHuHa — ajgeHuH. B rene gh2 Het 3aMeH B mociie10BaTeIbHOCTH, pasjeistomieit caiitel GRE,
HO BCTPEYAETCS HECKOJIBKO TPAH3UIIMK B IUCTAIBHOM 00IaCTH. Y TOJIBIIOB B TUCTAIBHOM YacTH
GRE wmexny nByms tumuHamu ctouT ryaHuH (TGT), y Hepku r'yaHUH 3aMeHsIeTCs Ha aJICHUH
(TAT). ITo nBe 3aMeHBI B 3TOM y4acTKE OOHAPYKEHO Y aTJAHTUYECKOTO JIOCOCS M YaBbIYM: OJTHA
3aMeHa TaKk)Ke€ BO BTOPOM IOJI0KEHHUH, KOT/Ia TYaHHH MEHSIETCS Ha aJIeHHH, a BTOpasi TpaH3UIIUS
— 9TO 3aMeHa THUMHHA Ha IMTO3WH, TOJHKO Yy YaBBIYM 3Ta 3aMEHA MPOUCXOJUT B IEPBOM
nonoxxeanu (CAT), a y atmantudeckoro jgococs B TpetbeM (TAC). JlucranbHas 4acTh dJieMeHTa
GRE 0Gonee BapuabenbHasi HE TOJIBKO Y JJOCOCEBBIX, OHA OTJIMYAETCS U MPU CPAaBHEHUU BHYTPU
pa3HbIX OTpAa0B MiekonuTaonmx (Beato et al., 1989).

Uepe3 tpu nykaeotuaa oT snemeHTa GRE pacnosnoxen snemeHT oTrBeTa Ha HAM®
(CRE). Dnement orBeta Ha TAM® npUCYTCTBYET B MPOMOTOpaxX reHOB ropMoHa pocta ghl u
gh2 Bcex HMCCIEOBAaHHBIX BHUJOB JIOCOCEBBIX. Y HEPKH, YaBBIYM M ATIAHTHYECKOTO JIOCOCS
amemeHT CRE, Tak ke, Kak W y 4YeThIpeX BHJOB TOJIBIIOB, MPEACTABIEH B IPOMOTOPE

accumerpuyHoi  nocnenoBatenbHocThio  (TGACG), ¢ KOTOpoll — B3aUMOAEHCTBYET
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tpanckpunmuonHbeiii  paktop CREB. Accumerpuunoii mociemnoBaTeIbHOCTH MOXKET OBITh
HenocTaTtouHo i dddextuBHoro cBszpiBanus ¢ CREB m B Takom ciydae, BeposTHO,
HEOOXOJMMO YyYacTHe TpaHCKpUIIMOHHOro (akTopa Pit-1. M3BecTHO, 4TO B pe3yibTaTe
MyTallMid WM TOJHOTO OTCYTCTBHSI B TPOMOTOpPE dJIEMEHTOB oTBeTa Ha UHAMOD
TpanckpuniuoHHbd  pakTop CREB Moker Hampsimyro B3aMMOAEWCTBOBaTH C CaWTaMH
TPaHCKPHUIIIHOHHOTO (hakTopa Pit-1 wiu BeICTymaTh B kKadecTBe ero kodakropa (Argenton et al.,
1996; Bernardini et al., 1999; Argenton et al., 2002; Almuly et al., 2005). [ToMuMO OCHOBHOTO
motuBa CRE B mpomMoTOope MOTyT BCTpeuaThes U AOMOJIHUTEIbHBIC 3JIEMEHThI 0TBeTa HA HAM®O.
JIBa nOMOJIHUTEIBHBIX caiiTa cBs3biBanus ¢ CREB omnmcansl y 3omoTrcTOrO cnapa (S. aurata) u
xenroxsocta (S. quinqueradiata) (Almuly et al., 2005), pacnosokeHbl OHH B TPOMOTOPE
ropaszio Jajbllie OTHOCHTENbHO MpokcumanbHoro CRE u He accomumupoBaHbl ¢ caillTamu
cesa3biBanms Pit-1. Ha uccnenyembix B JaHHOH paboTe ydacTkax rnmpoMotopa mamuHou 300 m.H.
reroB ghl u gh2 mococeBbix prIO mMpeicTaBiIcHa TOIBKO OJHA TOCICIOBATEILHOCTD 3JIEMEHTA
orBeta Ha HAM®. PacnosoxkeHa OHa MEXIy calTaMu CBS3BIBAaHUS C TPAHCKPUILIMOHHBIM
dakropom Pit-1 F2 u F3. Takoe nonoxxeHue 3nemMenTa orBeta Ha HAM® yka3bIBaeT Ha TO, UTO
TpaHckpunironHbie Gaktopsl Pit-1 1 CREB B3aumoneiicTBy0T ¢ JaHHBIM y4acTKOM. TOJBKO
OCTaeTCs TOKa HESICHBIM — CBS3BIBAIOTCS JIU OHU OJHOBPEMCHHO WJIM TPAHCKPHITIIMOHHBIHN
dakrop CREB sBisieTcst yuacCTHUKOM aJIbTEpPHATUBHOTO MYTHU aKTUBAIIUN TPAHCKPHUIIIIUN T€HOB
ropmona pocta ghl u gh2 y nococeBbix ppiO B OTCYTCTBUH TPAHCKPHITIIUOHHOTO (pakTopa Pit-1.

B pesynbrare cpaBHUTENBHOTO aHajdn3a OBLJIO IMOKa3aHO, YTO OOJBIIMHCTBO CaWTOB
CBSI3BIBAHMS C (paKTOpAMH TPAHCKPHUIIIUU, KOTOPBIC NMPUHUMAIOT y4acTHE B (POPMUPOBAHHH
TPAHCKPHUIIIMOHHOTO KOMILIEKca, B TeHaXx ropMoHa pocta ghl m gh2 y sococeBbix pnIO
COCPEeIOTOYeHO Ha yuacTtke mnpomotopa JiauHHOM 300 m.H.. CalThl OTBETCTBEHHBIE 3a
B3aMMOJICHCTBUE C TpaHCKpUNIIMOHHBIM pakTopom CREB, ¢ penenTopamu riitoKOKOPTHKOUIOB
(GRE) u ¢ peuentopamu petuHoeBoil kucioTel (RARE/RXRE) cocTtosT M3 0JWHAKOBOTO
KOJIMYECTBA HYKJIEOTHIOB B 000MX reHax-napayiorax. ¥ Bcex UccleJOBaHHBIX BUJIOB CeMeiCTBa
Salmonidae: CRE npencraBiieH MOCiIeI0BaTeILHOCTRIO U3 MATH HYKJICOTH0B; caiiThl GRE n
RARE/RXRE cdopmupoBanbl nsymss motuBamu u3 st (GRE) u mectn (RARE/RXRE)
HYKJICOTHJIOB, pAa3AeNeHHBIX TpPeMs M BOCBMBIO HYKICOTHIAMH COOTBETCTBEHHO. B

NOCJIEZIOBATENbHOCTIX HE HAlICHO HUKAKMX MHCEPLUN WM JIeNelMi, KOTopble Obl HapyIIaau



113
IIEJIOCTHOCTh (DYHKIIMOHAIbHBIX MOTHBOB. B rene ghl mocnenosarensrHoctd CRE, GRE wu
RARE/RXRE moiHOCThIO KOHCEPBATUBHBI M HE KMEIOT Pa3andnii B ()YHKIIHOHATHHO 3HAYUMBIX
KOHCEHCYCHBIX TIOCJICIOBATEIFHOCTSIX, a B TeHe §N2 BCTpEeUYaroTCst TOIBKO HECKOJIBKO TOYCUHBIX
MYTAallHH.

[Tonoxenue 3memeHTOB 0TBeTa HA HAM®, TIIFOKOKOPTUKOHIBI U PETUHOWIBI COBIIAJAET
kak B rede ghl, Tak u B rere gh2. Y deTbIpex BUIOB TOJIBIOB, ATIIAHTHYECKOTO JIOCOCS, HEPKU H
yapbluM B reHe ghl CRE, GRE u RARE/RXRE pacnonoxxens Ha pacctossuuu —148/—152 m.u.;
—130/-144 n.u. u —105/-124 m.H. OT TOYKM Hayaja TPAHCKPHUIIIHMH, B reHe gh2 moyokeHue
JAHHBIX CAUTOB cMernaercs Ha oauH Hykieotuna: CRE ——-147/-151 m.u., GRE —-129/-143 n.H.,
RARE/RXRE —106/-125 m.1H.. CaiiTbl HAXOAATCSI HACTOIBKO OJU3KO K IPYT APYTY, UTO DIEMEHT
OTBETa HA TJIIOKOKOPTHUKOHMIBI M CANT CBS3BIBAHUS C PEHENTOPOM PETUHOEBOM KHUCIOTHI
YaCTHYHO NEPEeKpbIBaIOT calT F2 ¢ obeux cTopoH, a anemeHT orBeTa HAa TAM® otaeneH Bcero
Tpems Hykieotunamu ot GRE wm nByms mykneotumamu oT caiita F3 TpaHCKpUMIIIMOHHOTO
daxTopa Pit-1.

B skcnepuMeHTax 1o BAMSHUIO OTIENBHBIX OOJacTeil mpomoropa Ha 3(PGEeKTUBHOCTH
TPAHCKPUIIIMK TPOMOTOPBI T€HAa TOPMOHA POCTa Paay>kKHOHM (HOpenr ¢ pa3HbIM KOJIUYECTBOM
CaliTOB CBSI3BIBAHUS C TPAHCKPUIIIMOHHBIM (akTopoM Pit-1 coeauHsun ¢ TeHOM JIronUQepasbl
(Argenton et al., 1996; Argenton et al., 2002). B pe3ynbrare aBTOpamMH OBUIO TOKa3aHO
(Argenton et al., 1996), yTo MHUIMALKS TPAHCKPHUIIIUU MOXKET MPOUCXOJUTh B OTCYTCTBUHU
ydacTka MpoOMOTOpa, coiepxaimiero caidtel F2, F3 1 31eMeHTOB OTBeTa Ha APYTHE JIMTAH]IBI.
TpauckpunuuonHsiii  ¢aktop Pit-1 B3ammojeiictByer ¢ caiitom F1, HO JOCTHTHYTH
ONTUMAJIBHOTO YPOBHS TPAHCKPUIIIMH B MIPUCYTCTBUH TOJILKO OJTHOTO caiiTa CBs3bIBaHMs ¢ Pit-
1 He ynaetcs. HanmpotuB, TpaHCKPUMNIIMOHHAS aKTUBHOCTh PEIIOPTEPHOTO T'eHA, COSTMHEHHOTO C
MIPOMOTOPOM, KOTOPBIM BKJIFOYAET B ce€0s y4acTOK MOCJeA0BaTeNbHOCTH ¢ caiitamu F2 u F3
yBenuuuBanack B 3,5 pa3za. OnHako npu Hanmuuuu myTtanuii B caiite F1 n1Ba qucranbHbIX caiita
cea3biBanust ¢ Pit-1 (F2 uw F3) He Moryr obecneunts ontumanbHyio Pit-1-3aBucumytro
TPAHCKPUIMIINIO. A HU3KUI YpPOBEHb TaKOW aKTUBHOCTH MOKET YKa3bIBaTh Ha TO, YTO IS
YCHEIIHOTO B3auMOJIEUCTBUS TpaHCKpunuuoHHoro Qakropa Pit-1 ¢ caiitamu F2 u F3
HEOOXOAMMO TMPHCYTCTBHE CAaWTOB CBA3BIBAHWSA C JONOJHHUTEIBHBIMH  (hakTOpamu

TPAHCKPUIILIUU. BO3M0)KHO, 4TO MMCHHO B PC3YJIbTATC BSaHMOﬂeﬁCTBHH TPAHCKPHUIIITUOHHOT O
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dakropa CREB, penentopoB riiroKOKOPTUKOUAOB i PETUHOEBOW KUCIOTHI CO CBOMMH CalTaMu
CBS3BIBAHMSI, 3aKIIOYCHHBIMU MEX 1y nocienoBarenbHocTaMu F2 u F3, dopMupyercs cioxHbIi
MHOTOKOMIIOHEHTHBIM O€IKOBBIN KOMILJIEKC, IO/ JEHCTBUEM KOTOPOTO MPOMOTOP T'€Ha TOPMOHA
pocTa U3MEHSIET CBOIO KOH(POPMAIMIO TaKMM 00pa3oM, YTO TPAHCKPHUIIIMOHHBIN ¢akTop Pit-1
MOXET CBsi3aTbcsl ¢ caiitamu F2 u F3 B OoJsiee BBITOAHOM TMOJIOKEHUM, YTO U MPUBOJUT K
YBEJIMYEHUIO TPAHCKPUIIIMOHHON aKTUBHOCTH.

Kak mpaBuio, penentop ropMoOHa, CBSI3bIBAsCb CO CBOMM CaWTOM, HE MOXKET
aKTUBUPOBATh TPAHCKPHUIMIIMIO CIEUU(PUUHOTO T'eHa, HO MOXKET OOJEerduTh B3aUMOJIEHCTBUE
OCHOBHOTO (paKTOpa TPAHCKPHUIIIUHU, U3MEHSS CTPYKTYPY XpOMATHHA MPUJIEKAIIUX YIaCTKOB
TaKUM 00pa30M, YTO CalThl, pacIlOIOKEHHbIE HA PACCTOSIHUN HECKOJIBKUX COTEH HYKJICOTHUIOB,
CTaHOBSITCS IOCTYITHBIMU JIJIsI CBSI3BIBAHUS C TPAHCKPUTIITUOHHBIM (hakTOpoM. Bo3MOxkHO, 4TO B
pesynbrate cBsizbiBanuss GRE m RARE/RXRE co cBonMu pereniropamu 1oCiIe0BaTeIbHOCTb
reHa rOpMOHa POCTa U3MEHSAETCS TaKUM 00pa3oM, uTO 3JieMeHT oTBeTa Ha HTAM®D u ydacTku
CBSI3BIBAHUS C TPAHCKPUIIIMOHHBIM (hakTopoM Pit-1, KoTOpbie ObUTH HaiieHbI B HUHTpOHAX C U
D B 00oux reHax ropMoHa pocTa JOCOCEBBIX, OKA3bIBAIOTCA B HETOCPEACTBEHHOMN ONM30CTH K
MPOMOTOPHOM 00JaCTH U B3aUMOJCUCTBYIOT C TPAHCKPUIITMOHHBIMU (PaKTOPAMU COBMECTHO C
caiitamu TpomoTopa. Hampumep, paccTosiHue MeExay 3JIeMEeHTamMu oTBeTa Ha UAMO®D B
npomorope u uaTpoHe C coctaBiseT 2616 u 2617 n.H. st renoB ghl u gh2, coOTBETCTBEHHO.
Oto kpatHo npumepHo 10 nHykneocomubiM mnoBtopam JHK. Ecnmu npenmnonoxurtb, 4To
omaromaps GRE u RARE/RXRE 3tr caliThl 0Ka3bIBalOTCS COJIMKEHBI, TO B 3aBUCHMOCTH OT
TOro, Kak pabOTalT ATH ydYacTKH (KOOMEPATUBHO WIJIM e, HA0OOPOT, MO MPUHIIMITY
AHTaroHUCTOB TMIPU CBS3BIBAHMU C JIUTaHAAMH), MOTYT ONPENENATbCS U pa3auyus B
(dyHKIMOHAIEHOCTH reHoB-Tapanoros (Kamenckas u ap., 2015).

Takum o6pa3om, B pe3yJbTaTe CpaBHEHUS HYKJICOTHAHBIX MOCIIEI0BATEIbHOCTEH
NPOMOTOPHBIX oOiacteld reHoB ropmoHa pocta ghl u gh2 romeioB poma Salvelinus c
IPOMOTOpPaMHU aTJIIAHTUYECKOTO JIOCOCS, HEPKM W 4YaBbluM OBUIO MOKAa3aHO, 4TO o0a reHa-
napajiora cojaep)kaT OJMHAKOBBIA HAOOp CailTOB CBSA3BIBAHUS C (paKTOpaMH TPAHCKPUIIUH. Y
BCEX HCCJIEOBAaHHBIX BHUJIOB JIOCOCEBBIX B O0OMX IeéHax Ha ydacTKe mpoMoTopa anuHHou 300
n.H. Obun Haiinensl TATA-O0Kc, ueTblpe caiiTa CBSI3bIBaHUSA C TUNOQU3-CIIEHUPUUHBIM

TpaHCKpUNIMOHHBIM (akTtopom Pit-1 (F1-F4), cailiTel CBsI3bIBaHUS C TPAHCKPHUITIIMOHHBIM
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¢daxropom CREB, C penientopamu IiTIOKOKOPTUKOUIOB U PETHHOEBOM KUCIIOTOM. Pacionoxenne
JTAHHBIX CATOB Ha HEOOJIBLIIOM PACCTOSIHUU JIPYT OT Apyra Jal0T OCHOBAHUS MPEAIoaraTh, 4To
OHH (POPMHUPYIOT AP0 MPOMOTOPA F'€HA TOPMOHA POCTA U UTPAIOT KIFOUYEBYIO POJIb B MHULIMALIMH
TpaHcKpuniuu. He crout uckitoyaTh, 4TO MPHU UCCIIEOBaHUHU 0oJiee NPOTSKEHHBIX YYacTKOB,
INPUWIEraroNX K FeHY, MOT'YT ObITh HalJIEHbI JOTIOJIHUTENIbHBIE CAUThI CBSA3bIBaHUA C (PAaKTOPAMU
TPAHCKPUIIMM, Kak 3TO OBUIO IOKa3aHO Y JpPyTrUX BHUAOB IO3BOHOYHBIX. Ho coryacHo
AKCIIEPUMEHTAM IO OLIEHKE 3KCIPECCUN PENOPTEPHBIX T€HOB, HAXOIALIUXCS O TPOMOTOPOM,
COJEpAaIlUM TOJBKO S3TU CaMThl, JAHHOIO Yy4YacTKa JAOCTaTOYHO i 3PQPEeKTUBHON
TPAHCKPUIIMU. A 00J1acTh JUTMHOHN 73 HYKJIEOTHAA, COJepKalllasi CalThl, KOTOPhIE OTBEYAIOT 3a
B3aMMO/JICHCTBUE Cpa3y C HECKOJbKUMHU (aKTOpaMH TPAHCKPUIIMH, MOXKET BBICTYNAaTh B
KaueCTBE aKTUBHOI'O LIEHTPa IPOMOTOPA.

B3aumopeiictBue ¢ anemeHramu oTBeta Ha HNAM®D, IIIOKOKOPTHKOUIBI M C CAaUTOM
CBSI3BIBAHUS C PELEITOPOM PETHMHOEBOW KHUCJIOTHI HE TOJBKO MOKET O0JierdaTh CBSI3bIBAHHE
¢akTopa Pit-1 co cBomMu caiitamu Ui (OPMUPOBAHHS CIOXXHOTO TPAHCKPHITIIUOHHOTO
KOMIJIEKCa, HO M B OTCYTCTBHH Pit-1 mpuBiekars anbTepHATHBHBIE (aKTOPHI TPAHCKPUTIIIHN JUIS
COXpaHEHMsI TPAHCKPUIILIMOHHOW aKTUBHOCTH, TEM CaMbIM MOJAEPKUBas aJICKBaTHbI YPOBEHb
OKCIIpECCMM B OTBET Ha BHEIIHWE WM BHYTpeHHHE QakTopbl. HecmoTps Ha TO, uTO
MOCJIeI0BAaTEIbHOCTU CAlTOB CBS3BIBAHUS C TPAHCKPUIILMOHHBIMH (PAKTOpaMH JOCTATOYHO
KOHCEpBaTHUBHBI B O0OMX TEHax-Napajorax, aHaju3 HYKJIEOTUIHOTO pa3HOOOpa3us U
JUBEPreHUMN MOTYT II0Ka3aTh, HACKOJIBKO CHUJIBHO M3MEHYMBBI I1OCIIEOBATEIILHOCTH
npomoTopa Mexay renamu ghl u gh2, u Kakoro poja 3BOJNIOIMOHHBIC CHJIBI JCHCTBYIOT Ha

JaHHBIC ITOCJIICA0OBATCIIBHOCTH.

4.2. CpaBHHTeJbHbIH aHAJIU3 H3MEHYUBOCTHU I'eHOB

4.2.1. MN3MeHYHBOCTb TPAHCKPUOMPYEMOW YaCTH reHa

B cnyyae 60ibIIMHCTBA QYTIMIIMPOBAHHBIX T€HOB OJHA KOMUS, KaK MPaBUJIO, COXPAHIET
NepBOHAYATIBHYIO (QYHKIUIO, a APyras MOCIe0BaTeIbHOCTh, HAKAIIUBasi U3MEHEeHUs ¢ Oojee
BBICOKOI 4acTOTOH, MO0 mepecTaeT (yHKIMOHUPOBATh, MpeBpallasch B MCEBJOreH, JHO0
npuoOpeTaeT HOBYIO (DyHKIHIO. [|Be KOITMHM TeHa TOpMOHA POCTa MOSBUIIMCH €IIe y MPEIKOBOM

(GOpMBI JIOCOCEBBIX PBHIO B pE3ysbTare MpoIecca TETPAIUIOWAN3AlUA U COXPAHWINCh Ha
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NPOTSDKEHUU BCEro BPEMEHH JAMBEPTeHIMHN BUIOB B 3Toi rpymnme (McKay et al., 2004). dns
ONHMCAaHHBIX pPaHee TOCIIEeI0BATeILHOCTEH I'eHa TOPMOHA POCTa W3BECTHO, YTO 00€ KOIUHU HE
HECYT JOTIOJHHUTEIBHBIX CTOM-KOJOHOB, UMEIOT OTKPHITHIE PAMKH CUHUTHIBAHUSA U KOAUPYIOT
OJIMHAKOBOE KOJIMYECTBO aMHHOKHCIOTHBIX ocTaTKOB (Agellon et al., 1988; Male et al., 1992;
Du et al., 1993; Devlin, 1993). Bce 3T 0cOOEHHOCTH YKa3bIBAIOT Ha TO, YTO 00a 'eHA MOTJIH
COXPaHUTh CIIOCOOHOCTh (DYHKIIMOHMPOBATh, HECMOTPS Ha JJIMTEIHHOE CYIICCTBOBAHHE B
TeHOME.

B pe3ynbpTare aHaiM3a METOJIOM CKOJB3SIIETO OKHA JBYX KONWW T€HAa TOPMOHa poOCTa
npejacTaBuTeacii Tpex poaoB cemerictBa Salmonidae (Oncorhynchus, Salmo, Salvelinus)
MOKa3aHo, YTO MEKAY pa3HBIMH BUAAMH BHYTPH OJTHOTO CEMEMCTBA MOCIEI0BATEIFHOCTH TEHOB
ghl u gh2 cnabo n3MeHUYUBBL. YPOBEHb HYKJICOTHIHOTO PAa3HOOOPA3Wsi TPAHCKPHOUpPYEMOU
gacTH rera ghl mpu cpaBHEHHHU YETHIPEX BUIOB rOJBIIOB OKasajics Hu3Kkuil u cocraBmi 0,00446.
YpoBeHb M3MEHUMBOCTH B TeHe Qh2 mpu cpaBHEHHH IMOCIEIOBATEIBHOCTEH YEThIPEX BHIIOB
TOJBIIOB OKa3ajcsi B Heckoimbko pa3 Beime 7=0,01423. AnamornyHas 3aKOHOMEPHOCTb
HaOJIrO/1aeTCs M IPY CPaBHEHHUH 3HAYCHUH JUBEPreHInu: uisi reHa ghl muBepreHius cocTaBiseT
0,00364, a gms rena gh2 0,01064. Cpsi3aHo 3TO € TeM, YTO IIOCICAOBATEILHOCTH
TPAaHCKPUOUPYEMOU YaCTH IreHa TroJbII0B OKa3aluch O0ojee BapuabenbHBIMU MEXAY BUgaMu. B
CBOIO OYepe/ib 3T JIaHHBIE MMOATBEPKIAIOT, YTO OJIHA M3 KOMHI reHa HaXOTUTCS 1101 MEHBIINM
JaBjeHHueM oTO0opa W HaKaliMBaeT MyTallMM C BBICOKOM dYactoToi. [lpm cpaBHeHUH
TPaHCKPUOUPYEMBIX MOCIIEA0BATEIILHOCTEN T€HOB TOPMOHA POCTA Y TOJIBIIOB MOXHO TOBOPHUTH
o Tom, 4To TeH ghl Gonee koHcepBaTuBeH Mo cpaBHeHuio ¢ remom gh2. (puc. 3.14, 3.15) B
MEHBILIEH CTETIeHU 3Ta 3aKOHOMEPHOCTH MPOCIIEKUBACTCS MPU CPABHEHUU COOTBETCTBYIOLINX
TeHOB C JPYTMMHU BHJAMH JiococeBbIX. [locne moGaBneHus B aHanM3 MOCIENI0BATEIbHOCTEH
renoB ropmona pocta O. nerka, O. tshawytscha u S. Salar Gonbimx pasnuunii B 3HAYEHUAX
HYKJICOTHJTHOTO pa3HooOpa3usi He HaOmromaercs: mius reHa ghl n=0,03737, mns rena gh2
71=0,03683. 3HaueHuss TUBEPreHIMH TOXE UMEIOT HeOobIme pasanuuns 0,02741 mis rena ghl
u 0,02980 mns rena gh2. Kak BumHO, mpu 3TOM YPOBEHb HYKJICOTHIAHOTO pa3zHOOOpa3ws W
JMBEPTCHIINY YBETUYMIICS B HECKOJIBKO pa3, HO o0Omas 3aKOHOMEPHOCTh COXPaHUIIACH:
MUHHMAaJbHbIE 3HAYCHHs] Ha TpaduKe COOTBETCTBYIOT 3K30HAM, @ MAaKCHMAaJbHBIC 3HAUYCHUS

OKa3aJIuCh aCCOIMUPOBAHBI ¢ HHTpOoHamu (puc. 3.18, 3,19)
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4.2.2. HN3MEHYUBOCTH DK30HOB

PaccuntaB ypoBEeHb HYKJIECOTHIHOTO pa3HOOOpazus IS KaXIOTO HK30HA, YAaJoCh
MO0Ka3aTh, YTO HE BCE IK30HBI OJJMHAKOBO KOHCEPBATUBHBI. HecMoTpst HA TO, YTO pa3mep 3K30HOB
Kak Mexay reHamu ghl u gh2, Tak 1 MeXIy HCCIIeIOBAHHBIMH BHIAMH JIOCOCEBBIX COBITAJIACT
(Tabn. 3.3), cTporoil KOppessiuss MEXIy UIMHOW 5K30HOB M YpPOBHEM HYKJIECOTHIHOTO
pazHooOpa3us He mpocnexuBaeTcs (Kamenckas u ap., 2020). Hanudre n3MEHUYNBOCTH WU €€
OTCYTCTBHE, Kak, HalpuMep, B IecTOM Jk30He reHa Qghl, Moxker OBITH 0OYCIIOBICHO
(YHKIIMOHAJILHBIMH OCOOCHHOCTSIMH 3K30HOB, a He ux jiuuHou. Illectoit sx30H rena ghl
okaszayics caMmbiM KoHcepBaTHBHBIM (m=0) u cambiM KopoTkuM (63 m.H.). OTcyTcTBHE
U3MEHYMBOCTH B 3TOM OK30HE MOXKET OBITh CBSI3aHO C TEM, YTO BCE KOAMPYEMbIE WM
AMUHOKHCJIOTHI, BXOAAT B cocTaB oxHoro u3 matu GD gomenos (GD5). B oTiuunu 0T JOMEHOB
GD1-GD4, xotopsie 0TBEUaIOT 3a Creu(UIecKoe B3aUMOJICHCTBUE C peleITOpaMy TOPMOHa
pocra, nmomeH GDS5, cornacHo peHTTEHOCTPYKTYPHOMY aHalIHM3y, PACIONOXKEH B IEHTpPE
MOJIEKYJIBI M y4acTByeT B (hOpMHUpOBAaHWMHW OMpeAENeHHONH KOH(PUTYpalud TOPMOHA W €ro
crabmmmzarmu (Watahiki et al.,, 1989). B aTor ke TOMEH y BCEX KOCTHUCTBIX PbIO BXOJHT
KOHCEpPBATHBHBIM ydacTok C-TepMUHAIBHOW O00JacTH, COCTOSIIMA W3 TPUHAILATH
AMUHOKHUCIJIOT, MATh W3 KOTOPHIX TPUXONATCS Ha IIeCTOM »HK30H. J[Ba W3 YeThIpex
AMUHOKHCJIOTHBIX OCTaTKa IMCTEWHA, KOTOpPbIE YYacTBYIOT B (OPMHUPOBAHHH BTOPUYHOU
CTPYKTYpBI Oemnka, 3a cueT o0pa3oBaHus AUCYIb(UIHBIX CBS3EH, TAKXKE KOJAUPYIOTCS MIECTHIM
9K30HOM. B mrectom sk3o0He reHa gh2, mo cpaBuenuto ¢ reHom ghl, ypoBeHb HYKICOTHIHOTO
pasnoo6pasus Bbitre (1=0,00756), HO 3TO CBsA3aHO C HAJIWYMEM Y HEPKH U YaBBIYM OIHOM
3aMEHBI, KOTOpas HE BIUSET HAa aMUHOKHUCIOTHBIH cocTaB. [lo cpaBHEHHWIO C OCTaJbHBIMH
9K30HaMU reHa gh2 HyKIJICOTHIHOE pa3HOOOpa3ue MIeCTOro 3K30Ha CaMOe HU3KOE.

Huszkuii ypoBeHb HYKICOTHAHOTO pPa3sHOOOpa3usi B IMEPBOM HK30HE MOXKHO OBbLIO OBl
OOBSICHUTH €ro HeOONbIIONW UIMHON (74 T.H.), HO 3TO CHpaBeIIMBO TOJbKO s TeHa ghl
71=0,00386. B rene gh2 ypoBeHb HykieoTHaHOro pazHoodOpasusi cocrabuwi n=0,03501, yto B
HECKOJIBKO pa3 Oouipllie 3Ha4YeHWil monydeHHbIX it Tpetbero (m=0,01099) u werBeproro
(r=0,02869) 5k30HOB, KOTOpbIC [UIMHHEE MEPBOro 3K30Ha B 1.5 u 2 pa3a, COOTBETCTBEHHO. Y

BCEX UCCJIEJAOBAaHHBIX BHJIOB TEPBBIM HK30H KOJHUPYET TPAHCKPUOUPYEMYyl0, HO HeE
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TPAHCIUPYEMYIO JIHACPHYIO IOCJIEIOBATENbHOCTh. JlUaepHas MOCIeq0BATEIbHOCTh MOKET
coJiep>KaTh BaKHbIE (PYHKIIMOHATIBHBIE JIEMEHTHI, HE0OX0AMbIE 1715 3 (PEKTUBHOM MHUITMAITTT
TPAHCIISIMU: YYaCTKU BHYTPEHHEH TMOCaaKku pPUOOCOMBI, BHYTPEHHHE OTKPBITHIE DPaMKH
CUMTBIBAHMS, JKelle303aBUCUMBIC U apyrue dnemMenTsl (Barrett et al., 2013). Ctout oTMETHTD, YTO
B rede ghl nuaepHas Mociea0BaTEIbHOCTh KOHCEPBATUBHA y BCEX HMCCICIOBAHHBIX BUIOB W
UMEEeT TOJBKO OJHY HYKJICOTHIHYIO 3aMCHY y aTJIaHTH4YecKoro jiococs. B rene gh2 nmunepnast
MOCJIEIOBATENILHOCTh OTJIMYAETCS HE TOJBKO KOJMWYECTBOM 3aMEH MEXIy BHAAMH, HO U
pasmepamu. Tak y rosnbua TapaHua u3-3a Aenenuu B IIECTh HYKJICOTHUIIOB JUIMHA JIUJAEPHOU
MOCJIEIOBATENIBHOCTU COCTABIIAET BCEro 59 M.H., TOTJ1a KaK y OCTaJbHBIX BUJOB 64 I1.H..

Jns ocTanbHBIX HK30HOB TaKKe HE HAOMIOJAeTCs CTPOroMl KOPPEIsIud MEXIY
YBEJIMUEHUEM YpPOBHS HYKJICOTHUIAHOTO pazHooOpasusi W uX anuHoi. HecMoTps Ha TO, 4YTO
BTOPOM, TPETUH, YETBEPTHIA U YaCTUYHO IMSTHIN 3K30H KOAUPYIOT aMUHOKHUCIIOTHI BXOSIIUE B
COCTaB KOHCEPBATUBHBIX JOMEeHOB GD, B OTJIMYMHU OT MIECTOTO IK30HA, CTPOTOIl B3aUMOCBSI3H
MEXJy YPOBHEM HYKJICOTHUIHOTO pa3zHOOOpa3us U (PYHKIIMOHAIHHBIMH OCOOCHHOCTSIMH IS
ATUX 3K30HOB IOKa3aTh HE yJanochk. Hampumep, 4eTBepThIii SK30H KOJIUPYET aMUHOKUCIOTHI,
KOTOpbIE BXOJAT B cocTaB cpa3y nByx nomeHoB: GD3 u GD4. A 3nHaueHune HYKICOTHUIHOTO
pa3HooOpasus B YeTBEPTOM 3K30HE TeHa ghl mo cpaBHEHHIO C APYTMMHU SK30HAMHU I'eHa camoe
BBICOKOE. UeTBEepThIii PK30H — €JIMHCTBEHHBIN, T/I€ 3HAUCHUS HYKIICOTHIHOTO pPa3zHOOOpas3us
mexay renamu ghl u gh2 mpaktuyecku coBnanaroT (tadm. 3.3). [IaTeiii 9k30H kKomupyet 49
aAMUHOKHCIIOT, U3 KOTOPBhIX 34 HE BXOJST HU B OJJUH U3 KOHCEPBATUBHBIX TOMEHOB GD 1 MOXKHO
ObLII0 OBI IPEITNOIaraTh, YTO 3TO OYJIET B paBHOM CTENIEHU OTPAXKATHCSl HA U3MEHYMBOCTH SK30HA
Tk B o0omx reHax. Ho, kak BuAHO W3 Tabmuibl 3.3 BBICOKHI YPOBEHb HYKJICOTHUIHOTO
pa3HooOpa3usi HaOJIIOJIaeTCsl TOJIBKO B MATOM 3K30HE reHa gh2, B msarom sk3oHe rena ghl
YPOBEHBb HYKJICOTHIHOTO PA3HOOOpa3us OAUH U3 CaMbIX HU3KUX. BO3MOXHO, B 3aBUCUMOCTH OT
GYHKIIMU JTaHHAs TOCJIEI0BATEIbHOCTh AMHUHOKHUCIIOT 3aHMUMAET pPa3IMyYHbIC MOJIOKCHHS B
reHax-mapajgorax Ha dTanax (GOpMHUPOBAHUS BTOPUYHBIX U TPETUUYHBIX OEIKOBBIX CTPYKTYP.
BTtopoil 3x30H koaupyeT 18 aMUHOKHUCIOT CUTHAIBHOTO MENTHUIA U NepBble 28 aMUHOKHUCIIOT
3penoro Oenka. HecMoTpss Ha TO, YTO B HYKJICOTHIHOM IMOCIEAOBATEIHLHOCTH CHUTHAJIBLHOTO
MENTHUIa BCTPEUAECTCS BCEro YEThIPE 3aMEHbl B KaXJOM TI'€HE M IMOYTH BCE aMHHOKHCIOTHI

3penoro Oenka BXoIsAT B cocraB gomeHa GDI1, ypoBeHb HYKJICOTHAHOrO pa3zHOOOpasust BO
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BTOpPOM 3Kk30He reHa gh2 B 1,5 pasa Bellie, ueM BO BTOpoM 3k30HE TreHa ghl. CesizaHbl nu
pa3inyus B 3HAYCHUAX HYKICOTHUIHOTO pa3HooOpas3us Mexxay renamu ghl u gh2 B ak30He TpH ¢
(YHKIMOHAIBHBIMU UM KOH(DUIypallMOHHBIMH OCOOEHHOCTSAMHU OETKOBOM MOJIEKYJIbI ITOKA HE
U3BECTHO.

AHanu3 HyKJIEOTHHOTO pa3HO00pa3us MOKa3all, HACKOJIbKO CHJIBHO B AYIIUIIMPOBAaHHBIX
KOMUSAX TEHOB MOTYT ObITh U3MEHYMBBI OT/AEIbHBIE YYACTKH OTHOCUTENIBHO APYT Apyra, Jaxe
TaKHe KOHCEPBATUBHbIE KaK 3K30HbI. HeCMOTpst Ha TO, YTO YpPOBEHb MU3BMEHUMBOCTH SK30HOB I'eHa
gh2 Ha mops10K BhIllie, YeM 3k30HOB rera ghl, 006a reHa-mapasgora JOCOCEBBIX COXPAHSIOT CBOM
(GYHKIIMOHANBHBI ~ MOTEHIMAN. JTO  OOYCJOBIEHO TEM, 4YTO B  HYKJICOTHUIHOU
NOCJIEZIOBATENIbHOCTH 3K30HOB IMPEACTABIECHbBl B OCHOBHOM CHHOHHMMHUYHBIE 3aMEHBI, HE
npuBosnMe K 3amMeHaM amMuHOKHUCIOT (IlanbpkoBa u ap., 2017). OgHako, paznudusi MEXITy
(dbopMaMy ropMOHa pOCTA MOTYT MPOSIBIATHCS HA 3TAIE CO3PEBAHUS U (POPMUPOBaHUS OETKOBBIX

MOJIEKYJI, B 3aBUCIMOCTH OT BBITTOJHAEMBIX HMH (DYHKITHH.
4.2.3. HN3MeHYHUBOCTb HHTPOHOB

YpoBeHh M3MEHYMBOCTH B Pa3HBIX yYacTKaX T'€Ha 3aBUCUT OT CKOPOCTH HAKOIUICHHUS
myTaiuil. OcoO0eHHO 3TO KacaeTcs HeKOIUPYIOUINX MOCIeI0BATEIbHOCTEH, TAKUX KaK HHTPOHBI
U peryisTopHele obmactu. Kak mpaBmiio, Takue yYacTKH HaxXOJATCS TOJA OCITa0JICHHBIM
naBieHreM oroopa. Ha ocHOBaHMM OLEHKH HYKJIEOTHIHOTO Pa3HOOOpa3ue KaxKJI0ro MHTPOHA B
renax ghl u gh2 6pu10 MIOKa3aHO, YTO YPOBEHb H3MEHYHBOCTH HHTPOHOB, TaK XK€, KaK H YPOBEHb
U3MCHYMBOCTH 3K30HOB, HE 3aBUCHT OT UX JUTUHBI (Ta0. 3.4). B rene ghl HauMeHbIIHI yPOBEHb
HYKJIeoTUaHOTO pazHooOpasus (1=0,02963) neicTBUTEIHHO MPUXOTUTCS Ha KOPOTKUNA HHTPOH
B. Oxnako B rene gh2 ypoBeHb HYKJICOTHIHOTO pa3HOOOPa3Hsi B 5TOM HHTPOHE CaMblil BEICOKHIA
[0 CpPaBHEHHMIO C OCTaJbHBIMH HMHTPOHaMH B o00oux reHax. Camblii HU3KHI YpPOBEHb
HYKJICOTHIHOTO pa3HooOpasus B reHe gh2 momyden mis Broporo mo jumHe WHTpoHa C
71=0,02835. B rene ghl untpon C jyiuHHEE W 3HAYCHHE HYKJICOTHUIAHOTO Pa3zHOOOpas3wsi IO
cpaBHenuto ¢ nHTpoHOM C rena gh2 Gonbie B 1.5 paza 1=0,04244. Camblil BBICOKHI YPOBEHb
HYKJICOTHIHOTO pa3HooOpasus B rene ghl mpuxomurcs Ha uHTpoH E 71=0,05007, KOTOpBHIii
kopoue uHTpoHa C Ha 100 HykneotunoB. HecMotps Ha To, 4To B reHe gh2 mociie10BaTeIbHOCTh

uHTpoHa E HemHOro nnuHHee mHTpoHa B, ypoBeHb HykIleOTHIHOTO pazHooOpasus B 1,2 pa3
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BBIIIIE, YeM B caMoM JIMHHOM HHTpoHEe D. B rene gh2 untpon D nmeeT HauboibIIyo JUIUHY
MOCJIEZIOBATENIbHOCTH, HO IO CPaBHEHHIO C OCTAJIbHBIMU HHTPOHAMHU JIOCTATOYHO HHU3KOE
HyKJIeoTHIHOE pazHooopasue 1=0,03607. Uutpon D B rene ghl kopoue natpona D rena gh2 na
100 1.H., HO 3HaUYE€HHE HYKJICOTHUIHOTO pa3zHooOpa3us HeMHoro Beimie 1=0,04190. B uatpone A
JIOCTATOYHO BBICOKHI YPOBEHb U3MEHUYMUBOCTH O CPABHEHUIO C OCTATLHBIMU UHTPOHAMHU: B T€HE
ghl mykieornaHoe pasHooOpasue uuTpoHa A cocraBmio 1=0,04699, a B rene gh2 n=0,05153.

Hecmotpss Ha 1O, uto mHTpoHEI C m D wumeror Oomnbiime pa3Mepsl, 1O YpPOBHIO
HYKJICOTHUIHOTO Pa3zHOOOpa3usi OHM OKa3aJUCh MEHEEe W3MEHUYMBBIMHU, YyeM Oojiee KOPOTKHE
UHTPOHBI. HeBbICOKOE 3HAUEHHE YPOBHSI HYKJICOTHIHOTO Pa3HOO0pa3usi MOXKET OBITh CBSI3aHO C
HaJUYHEM TMOTECHIIMAIBHBIX PETYISTOPHBIX 3JIEMEHTOB, KOTOPhIE MOTYT NIPUHUMATh y4acTHE B
U3MEHEHUHU HYKJICOTHUIHOW IMOCIEeOBATEIHPHOCTH TakuM o0pa3oM, 4YTOObI CcPOpPMUPOBATH
MOJTHOTICHHBIA TPAHCKPUIITUOHHBIN KoMILieke. Tak B uHTpoHEe C y 000MX TEHOB OOHApYXeH
arieMeHT oTBeTa Ha 3cTporeHsl (ERE), koTophIii B3anMOJeHCTBYET ¢ perenTopoM 3CTpOreHa
(ER) (ITanpkoBa u ap., 2013). DieMeHT OTBETa Ha CTPOTCHBI MPEJACTABICH B 00OMX reHax
TOpPMOHA POCTA JIOCOCEBBIX M COCTOMT 3 13 map HykieoTu10B. B rene gh2 mocnenoBareibHOCTH
ERE mosHOCTBIO KOHCEpPBAaTHBHA Y BCEX MCCIICIOBAaHHBIX BHJIOB, a B TeHEe Gl colepKuT Bcero
no oaHo# 3amene y S. malma, S. curilus u S. salar. [Tomumo sr1eMeHTa OTBETa HA ACTPOTCHBI B
uHTpoHe C MMeeTcs ellle 0JIMH MOTEeHIIUATbHBIN PETYISITOPHBINA yUaCTOK, cofepKamiuii e AT-
oorateie 00JaCTH, B KOTOPHIX MOXHO BBIJICUTH CAWUTHI CBSI3BIBAHUS C TPAHCKPHUIIIUOHHBIM
¢daktopom Pit-1. IIpu cpaBHEHHMM NaHHBIX CAHTOB BHYTPH KaXJIOTO I'€HAa MEXIy pa3HbIMH
BUJIaMU JIOCOCEBBIX 3TH CalThl OKa3aarch KoHcepBaTuBHBI (KameHckas u ap., 2017).

B unTtpone D umeercs nocnenoBarensHocth CRE-3mementa. [TocnenoBarensnoctn CRE
BHYTPH KaXKJOTO T€Ha-mapajiora y BCEX MCCIIEIOBAHHBIX BUJOB JIOCOCEBBIX HIACHTUYHBI, a
MEXJy Te€HaMH OTJIMYAOTCA TOJIBKO OJIHUM HYKJICOTHIOM. B OTIMYMHM OT TPOMOTOPHOM
nocienoBarenbHocTd B uHTpoHe D CRE-smemenT mnpencraBieH mNaavMHAPOMOM, YTO
obOecrieunBaeT d(pdexTtuBHOe B3aumonelictBue ¢ (paktopom CREB  6e3  yuwacTtus
JonoaHUTEIbHbIX auranaoB (Montminy et al., 1990; Zanger et al., 1999; Argenton et al., 2002).
B unTtpone D umeercs erie ouH KOHCEPBATUBHBIN YYaCTOK, COCTOSIIIINI U3 MPSIMBIX IOBTOPOB
GATT (McKay et al., 2004). B rene ghl y Bcex rcciie1oBaHHBIX BUOB JIOCOCEBBIX BCTpEYACTCS

JABa TaKuX MMOBTOpPA, B I'CHC gh2 Y HCPKU U YaBbIYU [IBA ITOBTOPA, 4 OCTAJIbHBIC BUJIbl UMCIOT 110
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Tpu ToBTOpa. M3BECTHO, YTO TIEPBBIC MHTPOHBI OOJILITUHCTBA T€HOB MIICKOIUTAIOIIUX MOTYT
CONiepXKaTh PETYJSATOPHBIC AJIEMEHTHI M HapaBHE C MPOMOTOPOM IPHUHHMATh Y4YacTHE B
PETYJSIIIMA  TPAHCKPHUIIIIAK, TPH 3TOM YypPOBEHb W3MEHYHMBOCTH OTHOCHUTEIBHO OCTAIBHBIX
UHTPOHOB y HUX octaeTcs Hu3kuii (Almuly et al., 2000; Kalari et al., 2006). OgHako HE y KOTO
U3 TIPEJICTABUTENICH JIOCOCEBBIX B I'€HaX TOPMOHA pOCTa HE OBUIM OMHCAHBI PETYJSTOPHBIC
aneMeHTHI B UHTpoHE A. [10 YPOBHIO HYKJICOTHIHOTO Pa3HOOOpa3usi HHTPOH A SIBIISICTCS OJTHUM
U3 CaMbIX U3MEHUYMBBIX B 00OMX T€HAX-TIapajiorax.

WNHTpOHBI YK€ TaBHO HE OTHOCAT K OECIOJIE3HOM WM, TTO-APyroMy, K «mycopHoi» JIHK.
B nmocneaaee Bpemst OSIBIIIETCS BCe OOJIBIIE JOKA3aTEeIbCTB, YKa3bIBAIOIIUX HA TO, YTO HHTPOHBI
BKJTIOYAIOT B ce0s1 HeTpaHcaupyembie PHK (MukpoPHK, mansie sapeimkoBeie PHK), snemenTst
TPAHCKPUIIIMK U AJIEMEHTHI KOHTpoJis crutaiicuura (Gazave et al., 2007; Zhu et al., 2009). B
3aBUCUMOCTH OT BBITIOJTHAEMBIX (YHKITUH U HATHMYHUS B HUX PETYIISTOPHBIX 3JIEMEHTOB HHTPOHBI
TaK)X€ MOTYT HaXOJHUThCS TOJ Pa3HBIM HaBiieHHeM oTOopa. OTOOp OKa3bIBaeT BIUSHHE Ha
YpOBEHb W3MEHYHMBOCTH, HYKJICOTHUIHBIA COCTaB W JaKe HA JUIMHY IOCIICIOBATCIIBHOCTH
UHTpOHA. JIJI1 HEKOTOPHIX MIICKOTIMTAIOIINX U HACEKOMBIX YCTaHOBJIEH Psi/i 3aKOHOMEPHOCTEH,
KOTOpbIE OKa3aIKCh CIPABEJIMBLI HE /71l BceX BU0B. Hampumep, mpu cpaBHEHUH WHTPOHHBIX
YYaCTKOB MHOTHX OPTOJIOTMYHBIX T€HOB 4elloBeKa U mumman3e ['azaBe ¢ coaBropamu (Gazave
et al., 2007) mokasanu CTPOTYrO MOJOKHUTEIBHYIO KOPPEISAIUI0 MEXKITY JJIUMHOW HHTPOHOB M MX
JTUBEPTCHIINCH, a TaKXKE CTPOTYHO OTPUIIATEIBHYIO KOPPEISAIUI0 MEXIY JUTMHOW HHTPOHOB U
conepxanrem GC-map. Kpome Toro, aBropsr (Gazave et al., 2007) yTBepkIaroT, 4TO CKOPOCTh
JTUBEPTCHIIMN 3aBHCHT OT IOPSIKOBOTO HOMEpa WHTpPOHA B TeHe. M Ha mpumepe mepBOro
WHTPOHA TOKA3bIBAIOT, YTO, B OTJIMYUU OT OCTAJILHBIX HHTPOHOB, OHU Ooraue GC, nnuHHee u
ObicTpee nmuBeprupyror. Xemapuin ¢ coaBropamu (Haddrill et al., 2005), B pe3synbrare
cpaBHeHHUs1 225 MHTPOHHBIX y4acTKOB B reHomax Drosophila melanogaster u D. simulans,
HAIIPOTHUB, BBISIBUIM CTPOTYIO OTPUIIATEIBHYIO KOPPENSIHI0 MEXIY JUIMHOW MHTPOHOB U WX
JUBEPTCHIINEH; TTIOJOKUTEIBHYIO KOPPEISIIINI0 MEXAY JUTMHOW HHTPOHOB M cojiep:kanneM GC-
nap ¥ TakXKe MOKa3aJld OTPHIATEIBHYI0 KOPPEISIUI0 MEXIY IUBEPTCHIIMEH HHTPOHOB U
coaepxkanrem GC-nap. Kak cuuraror asropsr (Haddrill et al., 2005), takast B3auMOCBSI3b MOKET
MPOCTO OTpaXkaTh JIOKATBHBIC BapHAIlMM B CKOPOCTH MYTAIlUd, MOCKOJIBKY HE YYUTHIBACT

KOPPEIISALIUIO MEX1y JUIMHOW MHTPOHOB M ux auseprennuedt (Haddrill et al., 2005). CpaBauBast
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HIOCJIEZIOBATEILHOCTH MHTPOHOB M3 MOJHBIX TEHOMOB IISITH BUIOB phIO, aBTopam (Chaurasia et
al.,, 2014) we ymamoch YCTaHOBHUTh KaKHe-IHOO CTPOrHe 3aKOHOMEPHOCTH MEXAY IITHHOM
WHTPOHOB, MuBepreHimeil u conepxxanuem GC.

B namem cinyudae Asis MHTPOHOB T€HOB TOPMOHA POCTa TaKXKe HE YCTAHOBIEHO 0OIen
3aKOHOMEPHOCTH MEXy IIMHON MHTpoHa U coaepxkanneMm GC. Ecim paccMatpuBaTh KaxKIbIi
UHTPOH B OTJEIBHOCTH, TO MOKHO OOHAPYKHUTh KaK MOJOXKHUTEIbHYIO, TaK U OTPUIATEIIbHYIO
KOPPEISLUIO MEXIy dTUMH napamerpamu (tabdm. 3.5). Hanpumep, B uarponax B, E u C rena
ghl MOXXHO HaOIOAATh MOJOKUTEIBHYIO KOPPEIAIHMIO JIHHBI HHTPOHA ¢ coaepxanueM GC
MOCKOJIKY C YBEJIMYEHUEM JJUHBI yBenuuuBaerca u coaepxkanue GC. OrtpunarenbHas
KOppeIsus MeXAy IHHON u coaepkanneM GC HaOmomaetcs B mHTpoHEe D, KOTOpEHI nMeeT
camblii OoubIIoi pasmep, Ho HU3Koe coaepxkanue GC. Conepxkanune GC B uHTpoHE A HEMHOTO
Ooupliie, yeM B uHTpoHE E, KoTOpHIH mnuHHee nHTpoHa A Ha 200 HykieotnaoB. B rene gh2
coaepxkanne GC mos0KUTEILHO KOPPEIUPYeT ¢ JUIMHOM HHTPOHOB E, A n C, a oTpHUIIaTeIhHO ¢
uHTpoHOM D 1 mHTpoHOM B. [l7151 MHTpOHA B rena gh2 mpociexuBaercs enie 1 MmoJIoKUTeIbHAs
Koppensius Mexay conepxkanueMm GC u ypoBHeM u3meHunBOCTU. HO 17151 OCTaNTbHBIX HHTPOHOB
cTporoi cBsi3u Mexay coaepxkanueM GC u ypoBHEM H3MEHYMBOCTH HE HaOIOgaeTcs. ITO
MOET OBITh CBSI3aHO CO CXOAHBIM cojiepkanueM GC-nap Bo Bcex untponax (Kamenckas u mp.,
2020). 3akoHOMEpPHOCTH, MOKa3aHHbIE JJIsl IEPBBIX UHTPOHOB I'€HOB YEJIOBEKAa U LIMMIIaH3E, B
TeHE TOPMOHA POCTA JIOCOCEBBIX TOKE He HaOmonaroTcs. [lepsoiit mHTpoH B reHax ghl u gh2
UMEeT CPEIHIOK JUIMHY ITOCISAOBATEIIPHOCTH M HE caMblii OoraTeiii mo coxepkanuio GC
OTHOCHTENBHO JIPYTHMX HMHTPOHOB. Ha mpumepe MHTPOHOB OJHOTO T'eHA, M30JMPOBAHHOTO OT
OCTaJILHOTO T€HOMA, CJIOXKHO YCTaHOBUTH KaKW€ WMEHHO 3aKOHOMEPHOCTH, OMHMCAHHBIC IS
MJICKOTIUTAIOIINX WJIM HACEKOMBIX, OyIyT HaONIOAAaThCs JUIsi BCEX WHTPOHOB JIOCOCEBBIX.
Bo3M0o3kHO, [T TOCOCEBBIX OyIyT MPOCISKUBATHCS COBCEM JPYTHE 3aKOHOMEPHOCTH, TaK KakK
B OTJIMYMHM OT TETUIOKPOBHBIX >XKHBOTHBIX, XOJOJHOKPOBHBIC MO3BOHOUYHBIC XapPaKTEPHU3yETCs

HU3KUM ypoBHeM cojepxkanuss GC U HEOJTHOPOIHBIM HYKJICOTHAHBIM coctaBoMm (Bernardi,

2007).
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4.2.4. H3MeHYHBOCTH PeryJsiTOpHoOi ob0aacTu

VYpOBEHb HYKJIEOTHJIHOIO pa3HOOOpa3us, MOJYYEHHBIM AJI1 MNPOMOTOPHOW oOiactu y
NapajorMyHbIX TEHOB TOPMOHAa pOCTa, COOTBETCTBYET HEKOTOPHIM 3aKOHOMEPHOCTSIM,
YCTaHOBJIEHHBIM JIJIS1 TPAHCKPUOUpPYEeMOi yacTH rera. [Ipu cpaBHeHHH peryIsITOPHBIX yYaCTKOB
cpead 4eThIpex BUAOB rojbioB poma Salvelinus mpomorop rena ghl (n=0,00327) oxa3zaics
Oostee KoHCepBaTUBEH, YyeM mpomoTtop reda gh2 (1=0,00545). Cornacuo pucyukam 3.4 u 3.5 B
IpOMOTOpax 000MX reHOB HAOIIOAeTCS BCETO /IBA MMHKA C MAKCHMAJIbHBIMU 3HAYEHUSIMHU, HO UX
TIOJIOXKEHHME MEXTy TeHaMu He coBnanaeT. B mpomoTope rena ghl oauH MUK HaXOAUTCS MEXKITY
TATA-Gokcom u caiitom F1, a mpyroit mexnay caiitom F1 u caiitom F2. B rene gh2 mwuku
PAcIIOJIOKEHBI JaJbIIIe OTHOCUTEIIBHO TOYKHM Hayalla TPAHCKPHUIIIUK B HEMOCPEICTBEHHOM
omm3octu K caiiry F3.

Ecnu B aHanu3 100aBUTh MOCIICI0BATEIBHOCTH HEPKH, YaBBIYH U aTJIAHTHYECKOTO JIOCOCH,
TO MMPOMOTOpPHAst 007acTh y reHa ghl taxke uMmeer 00jIee HU3KHIH YPOBEHb H3MEHUYUBOCTH, YEM
y reHa gh2 n=0,04922 u 1=0,05721, cootBercTBeHHO. HecMOTpst Ha TO, 4TO MPOMOTOp TeHa gh?2
okazancsi Oojee HM3MEHYHMB, 4YeM IpOMOTOpHas obnacte reHa @hl, komuuecTBO calTOB
CBSI3BIBAHUS C TPAHCKPHITIIMOHHBIMH (PaKkTOpamu, HEOOXOJUMOe Ui YCTIEITHOW WHUIMAINH
TPAHCKPHUIIIMM, COXpPAHSAETCS B OOOMX T€HAaX Y BCEX HCCIEIOBAHHBIX BHUIOB. YPOBEHb
W3MEHYMBOCTH B TPOMOTOPHBIX OOJIACTSAX OKAa3aJCs BHINIE, Y€M YpPOBEHb H3MEHUHMBOCTH
TPaHCKPUOUPYEMOU YacTh 000UX TeHOB-TIAPaIOTOB.

CornacHo MOJy4YeHHBIM JaHHBIM, MOKHO OTMETUTh, YTO B OTIMYHUU OT MPOMOTOpA, IO
YPOBHIO HYKJICOTHUIHOTO pa3HOOOpa3usi TpAaHCKpUOUpyeMast 4acTh TeHOB TOpMoHa pocta ghl u
gh2, moctaToyHO KOHCEpBATHBHA U HE OTIIMYAETCS MEXAYy reHamMu. Ho ecim crpynmupoBath
9K30HBI U UHTPOHBI M OIEHUTHh U3MEHUYMBOCTh KOAMPYIOIIUX W HEKOAUPYIOIIUX YYaCTKOB, TO
Oonee 3ameTHble oTiMuMs B TeHax ghl m gh2 okaxyTcst HE TOJNBKO B MPOMOTOPHON OOJIACTH.
YpoBeHb HYKJICOTHIHOTO pa3HooOpasus B ok3oHax reda gh2 (n1=0,02832) B 1,6 pa3 6osbliie uem
B ok30Hax reHa ghl (m=0,02070). IloBbImIeHHBI ypOBEHb HYKJICOTHIHOTO Pa3sHOOOpasus B
9K30HaxX reHa gh2 otHocurenpHo reHa ghl ykaseiBaer, 4To JaBieHUEe 0TOOpA HAa KOJIUPYIOIIYIO
qacTh TeHa (h2 cHmkeHo. Bo3MOXHO, Ha YpOBHE HYKJICOTHIHOW TOCIICAOBATEIbHOCTH

pa3nuuus HE KPUTHUYHBI, IIOCKOJIBKY 00a I'€Ha y BCEX JIOCOCEBBIX MMEIOT OTKPBITYIO PAMKY
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CUHMTHIBAHUS M MOTYT KOJHUPOBATh MOJHOIEHHBI Oemok (Male et al., 1992; Du et al., 1993;
Devlin, 1993; IlanskoBa u ap., 2017). OgHako eciid OIEHWBATh YPOBEHb HYKJICOTHIHOTO
pa3zHoo0pa3us Mo KaXkJA0MY SK30HY MEKy TCHAMH, TO 3HAYCHHS MOTYT CHIILHO OTJIMYAThCS, KaK
HarpuMep, MEKIY MIEPBBIMU U TSITHIMU 3K30HaMu reHoB ghl u gh2. Bo3Mo)kHO, CYIIeCTBEHHbIC
pasnuuus MEXKIy TeHaMHU-TIapajJoraMd TPOSBISIOTCS TIOKAa HE Ha YPOBHE HYKJICOTHUIHBIX
MOCJIEZIOBATENIbHOCTEM, a Ha YpOBHE B3aUMOJEWUCTBHI C pa3HOrO poja JHWraHgaMu H
BBITIOJIHSIEMBIX O€JTKOM (DYHKITUH.

[TocnenoBaTenbHOCTH MHTPOHOB, KaK M OKHUJAIOCh, OKAa3aJIUCh 0OJiee M3MEHUUBHI, YEM
9K30HBI. [Ipr 3TOM MHUKU MakCHUMallbHOM W3MEHUYMBOCTH MPUXOSATCS BO MHOTHX CIydasX Ha
CPEIHIOI0 YacTh IMOCIEAOBATEIIFHOCTH WHTPOHOB. Takoe pachpefelieHue MOXET OBITh
00yCJIOBJIEHO T€M, UTO BCE MHTPOHBI (hJIAaHKUPOBAHBI OJJMHAKOBBIMU CaliTaMu CIUIaiicuHra (Ha
5'-xonnax uHTpoHoB — GT, Ha 3'-koHax — AG), HAXOAAIIMXCS MO JEHCTBHEM 0TOOpA.

B otnmuumu ot 5k30HOB, HHTPOHBI B TeHe ghl okaszamuch Oosiee M3MEHUMBEI, YeM HHTPOHBI
rera gh2 n=0,04218 u 7n=0,03958 cooTBeTcTBeHHO. MOXKHO OBLIO OBI MpEIIONarath, YTO B
NapaJlOTUYHBIX T€HAaX TOPMOHA POCTa MO/ OCIA0JICHHBIM JIEHCTBUEM OTOOpa B KAXKIOM TCHE
HAXOJATCS pa3Hble y4acTku. OHAKO eClM MCKIIOYUTh M3 aHAIM3a WHTPOHBI aTJIaHTHYECKOTO
J10COCs1, TOTOMY 4TO UHTPOH E B rere ghl kopode 0OTHOCUTENHHO OCTaIbHBIX BHI0B Ha 400 11.H.,
U CpaBHHMBaTh TOJbKO mocienoBarenbHocTr Salvelinus u Oncorhynchus, To u mo ypoBHio
n3MeHYMBOCTH HHTPOHOB r'eH ghl (1=0,03422) okasbiBacTcs Oosiee KOHCepBaTUBEH, ueM reH gh2
(r=0,03867). Uto Toxe moaTBepikIaeT ociaadlieHHOe aaBjicHue oTOopa Ha reH gh2. HecMoTps
Ha TO, 4TO camble JauHHBIE MHTPoHBI C m D comepkar moTeHIUaIbHBIC PETYJISATOPHBIC
DJIEMEHTHI, Ha 00IIeM YPOBHE U3MEHUYHUBOCTH HHTPOHOB 3TO HE OTPa3UIIOCH.

M3MeHYNBOCTH KaK 9K30HOB, TAK U HHTPOHOB MOKET 3aBUCETh OT U3MEHYMBOCTH COCEIHHIX
yuactkoB (Zhu et al., 2009). Hanpumep, B reHe ropmoHa pocta gh2 3a mepBbIM 3K30HOM C
BBICOKHUM yPOBHEM M3MEHYHBOCTH CIIEyeT HHTPOH A, y KOTOPOTO TOXKE JTOCTATOYHO BBICOKHIA
YpOBEHb M3MEHYMBOCTH, JIajice BTOPOH SK30H, KaK M CICAYIOIIUN 3a HUM MHTPOH B, mmeror
camble BBICOKHE 3HAUYCHHUS HYKJIICOTHTHOTO Pa3HO00pa3us Cpei SK30HOB M MHHTPOHOB reHa gh2
COOTBETCTBEHHO. OJTHAKO CJICAYIONINNA 32 UHTPOHOM B TpeTHii 3k30H, Kak U YETBEPTHIM UMEIOT

OTHOCHUTEIHHO HU3KHE 3HAUEHUS HYKJICOTHIHOTO pa3zHooOpasusa, kak u uHTpoHBl C m D,
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KOTOpbIe UX (QuaHKUpyioT. B reHe ghl ypoBeHb N3MEHUYMBOCTH K30HOB U CIEAYIOIINX 32 HAM
WHTPOHOB M3MeHseTCs 0oJjiee paBHOMEPHO.

CoriacHO JaHHBIM, MOJNy4YeHHBIM [laHbKOBOM ¢ coaBropamu (IlambkoBa u ap., 2017),
0TOOp Ha FeHbI TOPMOHA POCTA JIOCOCEBBIX JACHCTBYET C pa3HOM CUIION, B pe3yIbTaTe B OJTHOM M3
1apajoroB MyTalMii BO3HUKAIOT ¢ 00Jiee BBICOKOM YaCTOTOM, UTO MPUBOJUT K YBEJIIMUEHUIO €T0
YPOBHSI UBMEHUYHMBOCTH. B CBOIO ouepenb, NaHHbBIC, MOIYUYEHHBIE IO OLEHKE HYKJICOTHIHOTO
pa3HOOOpa3usi MPOMOTOPHOTO yYacTKa M TPAHCKPUOMPYEMOH YacTH MapaJOTHYHBIX TeHOB ghl
u gh2 MeTomoM CKOJB3SIIEro OKHA MOKAa3bIBAIOT, YTO 00a IeHa Y JIOCOCEBBIX JOCTATOYHO
KOHCEpPBATUBHBI, UMEIOT HU3KUN YPOBEHb M3MEHUYMBOCTHU AK€ MPU CPABHEHUU BUJIOB BHYTPHU
omHoro cemeiictBa. KoHcepBaTHBHOE CTpPOCHHE MPOMOTOPHOM 001acTH HaOII0IaeTcsl Ha
MPOTSHKEHUM BCETO BPEMEHU JUBEPIE€HIUU JIOCOCEBBIX U MOXKET CIYXUTh €ILIE€ OJHUM
CBUJIETENIBCTBOM (DYHKIIMOHAIBHOCTH O0OMX I'€HOB-TIAPAIIOrOB U UX OOILEro MPOUCXOKICHUS.
Ha ¢yHKIIMOHANBHOCT, OOOUX TEHOB-TIAPAJIOTOB YKa3bIBA€T M aHaJU3 aMUHOKHUCIOTHOM
NOCJIEZIOBATENIbHOCTH T'€HOB TOPMOHA pocTa JococeBbIX. lIpenckasaHHass aMHUHOKHUCIOTHAS
NI0CJIEZIOBATEIBHOCTh BBICOKOKOHCEPBATUBHA, BKJIIOYAs MOJIOKEHNS IUCTEUHOBBIX OCTAaTKOB, a
OTKpBITasi paMKa CYMTBIBaHUS uMeeT ooyt muHy 630 m.H. ([TanskoBa u ap., 2017).

Cxema quBEpreHlUrr TPAaHCKPUOUPYEMBIX YUaCTKOB I'€HOB, BKIIIOYAs MPUJIEKAILUN LIKC-
pEryJIsTOPHBIN y4acTOK, COTJIACYETCs ¢ paHee OMyOIMKOBAHHBIMU CXEMaMH, IMOJIyYeHHbIMH Ha
OCHOBAaHMM HUHTPOHHBIX mocnenoBarenbHocTedl (IlanbkoBa u ap., 2013) u moaTBepkIaeT
JTABHIOIO M HE3aBUCHUMYIO 3BOJIIOIMIO MApajJOrHYHBIX T€HOB TOPMOHA POCTA Y JIOCOCEBBIX PHIO.
Ha pucynkax 3.20 u 3.21 noka3zaHo, YTO HaKOIUIEHHE HYKJIEOTHIHBIX 3aMeH (MyTauuil) B
KOKJOM U3 TE€HOB-NIAPAJIOrOB  ONPEIEISIETCS BpPEMEHEM HE3aBHCHUMOM JIMBEPreHIUU.
OObearHEHHBIE TMOCIEA0BATEIbHOCTH JABYX TI'€HOB-TIAPAJIOTOB 0o0Jiee TOYHO OTPaXaroT
MOCJIEZIOBATENIbHOCTh IUBEPreHIIMN BUAOB B TAKCOHE, MOATBEPKIasi MPEICTaBJICHUE O TOM, UYTO
4yeM JUIMHHEE UCTIoNb3yeMble B aHanu3e nocienosarensHoctd JJHK, TeM nmydiie oHM oTpakaroT
¢unorennto BuI0B BHyTpU TakcoHoB (Lynch, Katju, 2004).

JlococeBble MpOLUIM Yepe3 YEThIpE ATana AYIJIMKALUA, 1 MHOTHE T'€Hbl y HUX OKa3aJlucCh
MHO>KE€CTBEHHBIMH, B TOM YHCIIE€ U NPEJCTaBICHHBIC ABYMs KOMUSMHU I'€Hbl TOPMOHA pocTa. 3a
BCE BpeMs JUBEPreHIIMU BUAOB B 3ToM rpynme (25—100 MiIH. J1€T) HU OJIUH U3 3TUX JBYX I'€HOB

HC CTaJI NICCBJAOICHOM MW HC HAKOIIMJI TaKOC KOJUYCCTBO 3aMCH, KOTOPOC COIMPOBOKIAIOCH OBI
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KOAMPOBaHUEM OelKa ¢ HOBBIMH (YHKIUSAMH (HEO()YHKIIMOHATHM3AIMS), OTIIMYHBIMU OT TeX,
KOTOpBIE€ BBIMOIHIET TOPMOHA pocTta. JleiicTBue ouuniaroniero oréopa Ha oba reHa-mapaiora
JTA€T OCHOBAHMSI CUUTAaTh, YTO TaKas M30BITOYHOCTH (IIPUCYTCBHE HPOAYKTOB OOOMX TI'€HOB
TOPMOHA POCTa) UMEET BaXKHOE 3HAYCHHE B KU3HEHHOM LIHUKJIE JIOCOCEBBIX pbI0. Bo3MoXkHO, uTO
TeHbI BKJIIOUAIOTCS HA Pa3HbIX CTAUAX KU3HEHHOTO IIUKia. JInbo, mockoibKy 0TOOp AEUCTBYET
Ha TapajioTy ¢ Pa3HOW CUJION, MIMEHHO ceiuac U MPOUCXOIUT mpolecc cyO]yHKIIMOHATN3aIUH,
KOI'/Ia OJIH U3 T€HOB aJalTUPYETCs JIsl BBIMOJIHEHUS YacTU (yHKIMN T'eéHa TOPMOHA POCTa WK
TOTOBUTCS B35Th Ha ce0sl KaKyl0-TO HOBYIO GyHKIMIO. Miu, Korna mapamMeTpbl OKpyXKaromei
Cpellbl HAUHYT MEHSATHCS, BTOPOM T'€H CMOXET ObICTpee MOJICTPOUTHCS K HOBBIM YCIIOBHUSIM H

Takasi BakKHas (PyHKIMs, KaK PEryJIslus pocTa U pa3BUTUS COXPAHUTCS.
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3AKJIIOYEHHUE

[TotHOreHOMHBIE TYIUIMKAIIMU CHOCOOCTBOBAJIM TMOSIBJICHUIO HOBOTO TE€HETUYECKOTO
MaTepualia Ha paHHHMX dSTarax SBOJIIOIMHU IMO3BOHOYHBIX >KMBOTHBIX (Lynch, Conery, 2000;
Zhang, 2003). B pe3yabTate BTOPUYHON AUIUIOWAM3AME MHOTHE T€HbI OKa3aJiCh YTPAayeHbI, a
KOITUU TEHOB, KOTOPBIC COXPAHWINCH, OOBEAWMHIINCh B TEHHBIE cemeiicTBa. Kak mpawuiio,
NYTUTMIUPOBAHHBIE TEHbI, HAXOJATCA MOJ OCIA0JIEHHBIM JlaBieHHEM OTOOpa, HAKAIUIMBAIOT
U3MEHEHHS ¢ 00Jiee BBICOKOW YacTOTOM M UMEIOT BO3MOXKHOCTH MOJU(DHUIIUPOBATH CBOIO
CTPYKTYpY U (QYHKUUU. Y JIOCOCEBBIX PBIO, KaK €CTECTBEHHBIX M OTHOCHUTEIBHO HEIaBHUX
MOJIUTIJIOU/IOB, MHOTHE T€HBI 0Ka3aJIMCh MHOKECTBEHHBIMHU, B TOM YHCIIE U T€H TOPMOHA POCTa,
npeacraBieHHbi aByms komusamu (Male et al., 1992; Du et al., 1993; Devlin, 1993). I'ensr
TOPMOHA POCTa JOCOCEBBIX HE CTAJIM UCKIIOYEHHEM U, KaK OOJbIIas 4YacTh AYTTUIIUPOBAHHBIX
TCHOB, WCIBITHIBAIOT JaBJICHHE OTOOpa pa3HOH WHTEHCUBHOCTH, YTO MOXET IMPUBOJHUTH K
MOSIBJICHHUIO OOJIBIIETO YKCiIa 3aMEH B OJJHOM M3 MapajioTOB U YBEIMUYEHUIO €T0 N3MEHYUBOCTH.
[ToydeHHbIE B HACTOAMICH paboTe MaHHBIE 1O OICHKE HYKJICOTHIHOTO Pa3HOOOpa3usi W
JTUBEPTCHIIMY TIPOMOTOPHOTO YYaCcTKa M TPAHCKPUOUPYEMOH YacTH Mapajoru4HbIX TeHOoB ghl u
gh2 MeTolOM CKOJB3SIMIETO OKHA ITOKa3bIBAIOT, YTO 00a I'eHa y JIOCOCEBBIX JOCTAaTOYHO
KOHCEPBATUBHBI, UMEIOT HU3KHKA ypPOBEHb M3MEHUMBOCTH JIaXKe MPU CPABHCHUH BUIOB BHYTPH
onHOTO cemeiicTBa. KoHcepBaTMBHOE CTpOEHUE MPOMOTOPHON 00JacTH HaOmromaeTcss Ha
NPOTSHKEHUU BCETO BPEMEHU JUBEPTCHIMU JIOCOCEBBIX M BMECTE€ C OTKPBITOH pPaMKOM
CUMTHIBAHUS, BBICOKOW KOHCEPBATUBHOCTHIO AMHHOKHCIOTHOW TMOCIIEIOBATEILHOCTH W
UJCHTHYHBIM ITOJIOXKEHUEM ITUCTCHHOBBIX OCTAaTKOB, MOXET YyKa3blBaTh HA TO, YTO 00a reHa
COXpaHWIA CIIOCOOHOCTh (DYHKIIMOHUPOBATh, HECMOTPST HA JJIUTEIIBHOE COBMECTHOE
CYIIIECTBOBAaHUE B TEHOME.

HccnenoBanne CTPYKTYypbl MPOMOTOPHBIX 00JIacTEH MapajJOTHYHBIX T'€HOB TOPMOHA
pocta ghl u gh2 y yetsipex BumoB rosbioB poaa Salvelinus (S. malma, S. curilus, S. levanidovi
u S. taranetzi) u cpaBHEHHE UX C TPOMOTOPAaMHU reHOB TopMoHa pocta HepkH (O. nerka), uaBprun
(O. tshawytscha) u aTmanTuueckoro yococs (S. salar) mokasanu, 4ro Ha yyactke JuiHON 300
I.H. TIepe]l TOYKOW MHHUIIMAIIMKA TPAHCKPHUIIIIUN, COCPEIOTOUYCHBI KITFOUEBBIC CAWTHI CBSI3bIBAHUS
C TpPaHCKPUIIIUOHHBIMH (akTOpaMd W JAPYTHMH JIUTAHIAMH, KOTOpPBIE OTBEUAIOT 3a

¢opMHupoBaHHE  TOJHOIEHHOTO  TPAHCKPUIIMOHHOTO  KOMIIeKca H  3((EeKTUBHYIO
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TKaHeCTeU(PUIHYIO FIKCIIPECCUIO TeHa TOPMOHA pocTa B comatorpodax. B mpomoTopax o6onx
I€HOB BCEX HCCIEIOBAHHBIX BUJIOB JIOCOCEBBIX BCTPEUAIOTCS MocienoBaTenbHOCTh TATA-
OOKcCa, CalTHI CBA3BIBAHUS C THITO(H3-CIICIIM(QUIHBIM TPAHCKPUITIUOHHBIM (hakTopoM Pit-1 (F1-
F4), caiitel cBs3biBaHus ¢ TpaHckpunuuoHHBIM ¢aktopom CREB (CRE), ¢ penentopamu
rmokokoptukonioB (GRE) u perunoeoii kucioroir (RARE/RXRE). Pacnonoxenue qaHHbIX
caliToB Ha HEOOJIBIIOM PACCTOSIHMM APYT OT ApPyra JAaeT OCHOBAHMS MpPeArosaraTh, YTO OHU
(GOopMHUPYIOT SAPO MPOMOTOpA I'€Ha FOPMOHA POCTAa W WUIPAOT BAaXKHYIO POJb B MHULIMALUU
TpaHCKpUnuuu. OTCYTCTBHE CYHIECTBEHHBIX PA3JIMUUi B CTPYKTYPHBIX 3JIEMEHTaX MPOMOTOPA
YKa3bIBaeT Ha MOTEHIIUATBHYIO BO3MOXKHOCThH COXPaHATh (DYHKIIMIO CHHTE3a aKTUBHOTO OeJKa ¢
000MX r€HOB MapajoroB. ITO MOXKET UMETh BaXKHOE 3HAUEHUE ISl IOCOCEBBIX PBIO, TOCKOJIBKY
KOIMM T€Ha TOPMOHA POCTa MOTYT BKIJIIOYAThCA Ha Pa3HBIX CTAAMSIX MXU3HEHHOIO IUKIIA
JIOCOCEBBIX WJIM MPH U3MEHEHHUH YCJIOBHMM OKpYyXKarolleil cpelbl, HanmpuMep, Ipu KojeOaHUsIX

OCMOTHYCCKOI'O IaBJICHHUA B IIPOLICCCC MHFpaHHfI.
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BbIBObI

1. [IpoMOTOpHBIE YYacTKH B MapajornvHbix reHax ghl u gh2 y ueTeipex BHIOB
roJbioB poaa Salvelinus: ceBepuas mansma — Salvelinus malma, roxxHas asuaTckas Maabma — S.
curilus, roner Jleeanumoa — S. levanidovi, romer; Tapanma — S. taranetzi, npeacraBieHsl
BBICOKOKOHCEPBATHBHBIMU  ITOCJICAOBATEIBHOCTSIMA W BKJIIOYAIOT  CAWThI  CBSI3BIBAHMSI
HEOOXOUMBIC JUIS B3aUMOJICUCTBUS C TKAHECTICITU(PUYHBIMUA TPAHCKPUIIIMOHHBIMU (PaKTOPaAMH
U IPYTHMH JIMTaHIaMH.

2. CpaBHHUTEIBHBIN aHATU3 S5'—(IAHKUPYIOMUX YYaCTKOB MapaIOTHYHBIX T'CHOB
romoHa pocta ghl u gh2 ueTsipex BuIOB rojiblioB poaa Salvelinus ¢ mocinenoBarenbHOCTIMU
uepku (O. nerka), gasruu (O. tshawytscha) u atmanTrueckoro jgococs (S. salar) mokasait, uto y
BCEX HCCJICIOBAHHBIX BHJOB B IPOMOTOPE COACPIKHTCS OJWHAKOBBIM HAOOP CTPYKTYpPHBIX
3JIEMEHTOB, HEOOXOIUMBIX JIJIs1 COOPKH TPAHCKPHUIIIITHOHHOTO KOMILIEKCA.

3. VY Bcex ceMH UCCIIE0BAaHHBIX BHJIOB JIOCOCEBBIX B 000MX MapajJOrHYHbIX T'eHaX Ha
ydyacTke mpomotopa mmHHOM 300 m.H. BcTpeuatoTcsi TATA-O00KC, CailThl CBSI3BIBAHUS C
rUnoQpu3-crenuGUIHbBIM TpaHCKPUNIIMOHHBIM (hakTopom Pit-1 (F1-F4), caiiTel cBsI3bIBaHUS C
tpanckpunironHbiM pakTopom CREB (CRE), ¢ peneniropamu rimrokokopTtrkouioB (GRE) u ¢
perienropamu  petrHoeBoit  kucinotel (RARE/RXRE). PacnosokeHue MaHHBIX CalTOB Ha
HEOOJIBIIIOM PACCTOSIHUU JIPYT OT JpYyTra JaeT OCHOBAHUS MPEAINoaraTh, YT0 OHH (OPMUPYIOT
PO MPOMOTOpPA FeHa FTOPMOHA POCTA U UTPAIOT KIIFOUEBYIO POJIb B MHUIIMAIIUN TPAHCKPHUIIIIUH.

4. B pe3ynbrate cpaBHUTEIBHOTO aHAIH3a OBLIO MMOKA3aHO, YTO ITOCJICI0BATEIIBHOCTD
u nonoxkenue TATA-6okca, GRE u CRE-motuBoB, RARE/RXRE u F1 caiitoB, KOHCEpBaTUBHBI
B JIByX I'eHaX-Tapajorax y BCeX UCCIICOBAHHBIX BUJIOB JIococeBbIX. [Tonoxkenue caiitoB F2 — F4
MEX]Ty TCHAMH Pa3JIMYHO.

5. [Mapanoruunsie reHsl TopMoHa pocta ghl u gh2 deThipex BHIOB TOJIBIOB Poja
Salvelinus, wepku (O. nerka), gaserum (O. tshawytscha) u atimantuyeckoro sococs (S. salar)
coJiepKaT B CBOEM MPOMOTOPE UYEThIpE CaiTa CBA3BIBAHUS C THUIOQU3-CICIUPUIHBIM
TPaHCKPUIIIHOHHEIM (akTopoMm Pit-1. Takoe konmuecTBO caiToB cBsi3biBaHus ¢ Pit-1 Ha
KOPOTKOM Y4acTKe IMPOMOTOpA, MPHJICTAIONIEM HEMOCPEICTBEHHO K TPAHCKPUOMPYEMOi YacTu

réHa, BCTPEHYACTCA TOJIBKO Y JIOCOCCBBIX pBI6.
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6. Hexotopsie perynstopusie 3inementsl (CRE u Pit-1) BcTpewaroTcs HEe TONBKO B
MPOMOTOPHBIX yYacTKaX, HO MU B CTPYKTYpPHOW YacTH TreHa, B YACTHOCTU — B MHTPOHAX.
B03M0HO, 4TO OHU KOOIMEPATUBHO B3aUMOJCHCTBYIOT JIPYT C APYTOM B COCTaBE XpOMAaTHHA.
7. Huskuii ypoBeHb JMBEpPreHIIMM yKa3blBaeT Ha o00IIee MPOUCXOKICHHE
MapajJOruyHbIX F€HOB FOPMOHA POCTa M COXpaHEHHE (YHKIIMOHAIBHOTO MOTEHI[Hania 000UX

I'CHOB.
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HNPUJIOKEHME |

3HaveHUs TUBEPTCHIINHN IPOMOTOPHOM 001acTu reHa ropmoHa pocta ghl s mpeicraBuTene Tpex poJIoB ceMeiicTa

Salmonidae (Oncorhynchus, Salmo, Salvelinus) + crangapTHOE OTKIIOHEHHE.

Bubl S. malma S. curilus S. levanidovi S. taranetzi O. nerka O. tshawytscha
S. malma

S. curilus 0,00329+0,00164

S. levanidovi 0,00329+0,00164 | 0,00000

S. taranetzi 0,00658+0,00329 | 0,00329+0,00164 | 0,00329+0,00164

O. nerka 0,07921+0,03960 | 0,07591+0,03795 | 0,07591+0,03795 | 0,07921+0,03960

O. tshawytscha | 0,07591+0,03795 | 0,07261+0,03630 | 0,07261+0,03630 | 0,07591+0,03795 | 0,04276+0,02138

S. salar 0,05705+0,02852 | 0,05369+0,02685 | 0,05369+0,02685 | 0,05705+0,02852 | 0,06376+0,03188 | 0,06711+0,03356

HpI/IMe‘{aHI/IC. OpaH)KeBBIM IBCTOM BBIACJICHBI 3HAYCHUA NUBCPIrCHIIUHA, ITIOJTYYCHHBIC ITPU CPAaBHCHUH YCTBIPEX BUAOB I'OJIBIIOB pOJa

Salvelinus. CuHuM 1[BETOM 3HAYEHHS AUBEPTEHIINH, TIOTyUYEHHbIC TIPH CPAaBHEHUH TOJIBIIOB ¢ IPYTUMH BUAaMH ceMelicTBa Salmonidae.
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MNPUJIOKEHME I

3HaveHUs TUBEPTCHIINH TPOMOTOPHOI 001acTh reHa ropMoHa pocta gh2 uist mpeictaBuTeNneld Tpex pojioB ceMeiicTa

Salmonidae (Oncorhynchus, Salmo, Salvelinus) + crangapTHOE OTKIIOHEHHE.

Bujbl S. malma S. curilus S. levanidovi S. taranetzi O. nerka O. tshawytscha
S. malma

S. curilus 0,00000

S. levanidovi 0,00658+0,00329 | 0,00658+0,00329

S. taranetzi 0,00658+0,00329 | 0,00658+0,00329 | 0,00658+0,00329

O. nerka 0,08638+0,04319 | 0,08638+0,04319 | 0,08638+0,04319 | 0,09302+0,04651

O. tshawytscha | 0,10631+0,05316 | 0,10631+ 0,05316 | 0,09967+0,04983 | 0,10631+0,05316 | 0,05316+0,02658

S. salar 0,04319+0,02159 | 0,04319+0,02159 | 0,03987+0,01993 | 0,04651+0,02326 | 0,08725+0,04362 0,10403+0,05201

HpI/IMe‘-IaHI/IG. OpaH)KeBI)IM OBCTOM BBIJACJICHBI 3HAYCHUA JUBCPIrCHUINH, ITOJTYUYCHHBIC IPHU CPABHCHUU YETHIPEX BUAOB I'OJIBIIOB poJa

Salvelinus. CuHuM 1[BETOM 3HAYCHHS AMBEPTEHIINH, TIOTyUYSHHBIC TIPH CPAaBHEHUH TOJIBIIOB C IPYTUMHE BUAaMu cemericTBa Salmonidae.
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HNPUJIOKEHME |11

3HaveHUs TUBEPTCHIINH TPAHCKPHOMPYEMOI YacTH reHa TopMoHa pocta ghl st mpeacTaBuTeleit TpeX poJoB CEMEHCTBa

Salmonidae (Oncorhynchus, Salmo, Salvelinus) + crangapTHOE OTKIIOHEHHE.

Bubl S. malma S. curilus S. levanidovi S. taranetzi O. nerka O. tshawytscha
S. malma

S. curilus 0,00246+0,00123

S. levanidovi 0,00245+0,00123 | 0,00382+ 0,00191

S. taranetzi 0,00545+0,00272 | 0,00546+0,00273 | 0,00626+0,00313

O. nerka 0,05311+0,02655 | 0,05265+0,02632 | 0,05396+0,02698 | 0,05365+0,02682

O. tshawytscha | 0,05288+0,02644 | 0,05242+0,02621 | 0,05316+0,02658 | 0,05426+0,02713 | 0,02216+0,01108

S. salar 0,05014+0,02507 | 0,05023+ 0,02512 | 0,05108+0,02554 | 0,05012+0,02506 | 0,06185+0,03092 | 0,06101+0,03051

HpI/IMe‘{aHI/IC. OpaH)KeBBIM IBCTOM BBIJACJICHBI 3HAYCHUA JUBCPICHINH, TTOJYUCHHBIC IIPU CPABHCHUH YCTHIPEX BUAOB I'OJIBIIOB pOJa

Salvelinus. CuHuM 1[BETOM 3HAYEHHS AUBEPTEHIINH, TIOTyUYEHHbIC TIPH CPAaBHEHUH TOJIBIIOB ¢ APYTUMH BUAaMH ceMelicTBa Salmonidae.
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MNPUJIOKEHME IV

3HaYeHUs TUBEPTCHIINH TPAHCKPHOMPYEMOI YacTH FeHa TOpMOHa pocta gh2 il MpeIcTaBUTEINeH TPEeX POJIOB CEMEHCTBA

Salmonidae (Oncorhynchus, Salmo, Salvelinus) + crangapTHOE OTKIIOHEHHE.

Bubl S. malma S. curilus S. levanidovi S. taranetzi O. nerka O. tshawytscha
S. malma

S. curilus 0,00272+0,00136

S. levanidovi 0,01790+0,00895 | 0,01638+0,00819

S. taranetzi 0,01304+0,00652 | 0,01335+0,00667 | 0,02309+0,01155

O. nerka 0,05323+0,02662 | 0,05219+0,02610 | 0,04773+0,02387 | 0,05232+0,02616

O. tshawytscha | 0,05533+0,02767 | 0,05434+0,02717 | 0,05073+0,02536 | 0,05378+0,02689 | 0,02440+0,01220

S. salar 0,04050+0,02025 | 0,03954+0,01977 | 0,03537+0,01768 | 0,03833+0,01916 | 0,04525+0,02263 | 0,04801+0,02401

HpI/IMe‘{aHI/IC. OpaH)KeBBIM IBCTOM BBIJACJICHBI 3HAYCHUA JUBCPICHINH, TTOJYUCHHBIC IIPU CPABHCHUH YCTHIPEX BUAOB I'OJIBIIOB pOJa

Salvelinus. CuHuM 1[BETOM 3HAYEHHS AUBEPTEHIINH, TIOTyUYEHHbIC TIPH CPAaBHEHUH TOJIBIIOB ¢ APYTUMH BUAaMH ceMelicTBa Salmonidae.




