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UccnenoBaHo reHeTUYECKOE pa3HOOOpasue a3uarckoii Koprolku Osmerus dentex OXOTCKOTro U SIMOHCKOro Mo-
peii 1o IeBSITU MUKPOCATEIUTUTHBIM JIOKYCaM U KOHTPOJIbBHOMY perroHy MutoxoHapuaibHoit JIHK (940 map
HykJeoTunoB). CaMble HU3KME 3HAYEHUS BCEX ITapaMeTPOB reHETUUECKOTO Pa3HOOOpa3usi MUTOXOHIPU -
anpHO# JIHK Habmomammck B rpyIiie BEIOOPOK € ceBepHOTOo Imobepexbs Oxorckoro Mopsi. Haubonpiee
3HaYEHME TarUIOTUITMYECKOTO0 pa3HOOOpa3usi ObLIO BBISIBIIEHO B BEIOOPKE ¢ 0-Ba CaxajauH U Y KOPIOIIKU
SnoHckoro mopsi. 3BE3m006pa3Hasl TOMOJIOTHS TeHEAJIOTMIECKUX CTPYKTYP YKa3bIBaeT Ha OBICTPYIO 9KC-
MaHCHUIO YMCJIICHHOCTH Y TPOUCXOXKICHHUE BCEX MOMYJISILIMIA BUIA OT €IMHOTO OOIEro MpeaKa 13 OCHOBHOTO
pedyruyma. ITo pedynbraraMm aHaav3a sSIIepHBIX MapKepoB OOHapykKeHa JOCTOBEPHO 3HAYMMas TeHeTHYe-
CKasl CTPYKTYPUPOBAHHOCTh KOPIOIIKHU B Tpeaesiax e€ TuXooKeaHCKoro apeana (Ko3hGUILIMEHT TeHeThYe-
ckoii ntuddepenumnannu (Fgr) paseH 0.033), koTopas yIOBIETBOPUTEIBLHO OMUCHIBAETCS MOAEIIBIO U30JIs-
K paccrosiHueM. HanbGosbline reHeTUYeCKre OTJAUYUS 110 IBYM THITaM MapKepoB OT OCTaJIbHBIX BbIOO-
POK oOHapyxkeHbI y Kopiomku peK IlIkoroBka m borun Gacceitna fmoHckoro mops u p. Haiiba (Caxamm).
Hab6monaemblie marrepHbl reHeTUYECKOM AuddepeHInay KOPIOIIKU MO0 SIEPHBIM 1 MUTOXOHAPUAIBHBIM
MapKepaM XOPOIIIO TOTOJTHSIOT IPYT ApyTra U, BEPOSITHEE BCETO, aCCOLMUPOBAHBI C pa3IMIUSIMU B pacTIpocTpa-
HEHUM JIMYMHOK KOPIOIIKH OT MECT HepecTa 13-3a nuddepeHImanum okeaHorpaduIeCKuX YCIOBUIA.

Karouegoie crosa: azuarckasi kopiouika Osmerus dentex, OMyJSIUUOHHO-TEeHETUYECKasI CTPYKTYpa, MOJu-
mopduzMm JIHK, kourponsnsblil pernon Mt HK, Mmukpocaremiutel, OxoTckoe Mope, SImoHcKoe Mope.
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Asnarckast Kopromka Osmerus dentex Steindachner
and Kner, 1870 (Nellbring, 1989) — anagpomMHasi prioa
ceMelicTBa KOpIOMIKOBBIX (Osmeridac) — IIMPOKO
pacIpoCcTpaHeHa B 3CTyapusiX U IIpUOPEKHBIX Bomax
apKTUYECKOTo mobepexbsi oT benoro no bepuHrosa
MOpeE U TI0 a3MaTCKOMY Mobepekbio TUXoro okeaHa
ot bepunrosa npoymBa 1o Kopeun n CeBepHoii Annonnm
(Kimrokanos, 1975; YepemHes u ap., 2002; Kottelat,
Freyhof, 2007). B Bomax poccuiickoro JlaapHero Bo-
CTOKAa 3TOT BUJI SIBJISICTCS OJHUM U3 HamboJjiee BaxK-
HBIX JJIsI KOMMEPYECKOTO U JIIOOUTETBCKOTO PBhI0O-
noBcTBa (byraes u np., 2014).

HepecroBbie Murpamymy KOpIOIIKA B 3aBUCHMOCTHU
OT BOIOTOKA OOBIMHO IIPOXOIST C MapTa MO WIOHb,
BBEPX 110 TEYCHUIO pEK KOPIOIIKA MOTHMMAETCS Ha
HeOOJIbIINE PACCTOSHUS, 10 HECKOJIBKUX KUJIOMET-
POB, 32 UCKJTIOUEHNEM HEKOTOPBIX KPYITHBIX BOJOTO-

KoB. Hanmpumep, B p. AMyp IIPOTSKEHHOCTD €€ Hepe-
CTOBBIX MUTpanit MoxeT gocturath 300 kM. Kopror-
Ka co3peBaeT B Bo3pacte 2—4 JieT, UKpY OTKJIaabIBaeT
Ha KaMEHUCTO-TaJIEUHbI TPYHT, pPeXKe Ha paCTUTEb-
HOCTb; MOCJe BBUIYIUICHUS! JIMYUHKU MEPEeHOCITCS
TeUeHUEM BHU3 T10 peKe U pa3BUBAIOTCSI B MPUYCThE-
BBIX TPOCTPAHCTBaX. B3pocibie 0cobm Bo3BpamiaoT-
Csl B YCThSI peK MocJjie HepecTa U MOTYT MepeMelaTbcst
Ha MOPCKOE MEJIKOBONIbEe, OAHAKO NaJIbHUX MUTpa-
11t oHu He coBepuiatot (Bacunen, 2000; I'puiieHKo,
2002; YepemrHes u ap., 2002).

CoBpeMeHHBII apeajl KOPILKU (HopMUpoBaIcs
MocJjie OKOHYaHUSI MOCJIENHEero OJeAeHEHUS ITPU pac-
ceJIeHUM BUJZla U3 OCHOBHOTO pedyruyma B CEBEPO-
3amamgHoit yactu Tuxoro okeaHa (SIMOHCKOTo U 10X~
Hoit yactu OxoTckoro mopeit). Ilpenmnonaratot, 4yTo
9KCIaHCHS Havajlach He paHee 15 ToIc. net Hazax (Ina-
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Tab6muna 1. XapakTepucTuka UcciefoBaHHOTO MaTepuasna

CEMEHOBA wu np.

Koopounater | O0BEM BbIOOPKU, 3K3.
INepuon coopa
Bri6opka | JlokasibHOCTB Hpo6 l'eorpaduueckoe rnojoxeHue - . MUKpOCATEN- | AHAJIN3
o " |marHbI agamus (MTIHK
1. SKO p. llIkoToBKa Anpenb Vecypuiickuii 3auB, ceBepo-3anan-| 43°30” | 132°34’ 32 5
2020 Hasl 4acThb SAMOHCKOTo MOopst
2.BOT p. boruu Maii 2020 | Tatapckuii mpoaus, AnoHckoe Mope | 47°97 | 139°52” 50
3.SAH p. Haiiba Deppans 2019 | BocroyHoe mobepexne 0. CaxamuH, | 47°417 | 142°817 37 9
OxoTcKoe Mope
4. TUM |p. TyMHUH Amnpenb 2019 | Tatapckuii mposus, SloHckoe Mope | 49°27” | 140°337 30 5
5.AMU |p. Amyp To xe Verwe p. AMyp, OXoTckoe Mope 53°21" [140°33’ 49
6. ALI AMYpPCKHUIA Maii 2020 | OxoTckoe Mope 51°70" | 141°20° 46 4
JIMMaH
7.SAZ CaxamuHckuit | Abrycr 2019 | To ke 53°60" | 141°96’ 29 5
3aJIUB
8. TUG |p.Tyryp Maii 2020 | 3anmagHoe nobepexbe Oxorckoro | 53°75 |136°77 50 4
MODS
9. KUH |p. Kyxryii Mapt 2020 |CeBepHoe nmobepexbe OXoT- 59°39" [ 143°24’ 50 5
CKOTO MOps
10. AMH* | AmaxToHckuii | Mionb 2016, | CeBepHoe moGepexbe OXoT- 59°53’ | 150°35’ 91 6
3aJIUB Amnpens 2018 | ckoro mops, Tayiickas ry6a

ITpumevanue. * JTlanubie 3a 2016 1 2018 rr. 06beAMHEHDI, TAK KaK MEXIY HUMU JOCTOBEPHbIE FTeHETUYECKIE PA3INUUsI HE OOHAPYKEHBI.

nenkoB, Inmamenkos, 2004; CkypuxuHa u ap., 2015;
Skurikhina et al., 2018).

M3yyeHue reHeTUYeCKOil M3MEHUYUBOCTU KOpPIO-
ek Boa Tuxoro okeaHa (bepuHrosa, OXoTcKoro u
SITmoHCKOro Mopeit) NpoBOAMIM Ha OCHOBAaHMM Pa3HbBIX
¢parmenToB mutoxoHapuanbHoii JHK (Mmt/IHK).
bria mokazaHa ciabast mpocTpaHCTBEHHAsI TeHETH -
yeckasli CTpyKTYpPUPOBAHHOCTb KOPIOIIKM B Mpeaeaax
e€ THMXOOKEAaHCKOTO apeajia IIpU JOBOJBHO YETKOM
00oco0byieHun BbIOOpoK u3 fAmoHckoro mops (Kos-
nmak u np., 2011; Ckypuxuna u ap., 2015; Skurikhina
et al., 2018). MccnengoBanus nmoauMopduaMa siaep-
HbIX MapkepoB JIHK mo3Bonuiu BeIsiBUTHE quddepeH-
LIMALIMIO KOPIOLIKM Ha OOJIBIION MPOCTPaHCTBEHHOM
mKajae Mexay nonyiasauusiMu bepuHrosa Mmops, 3a-
namgHoro nodepexnss KamMmuaTku, ceBepHbIM mobepe-
>KbeM OXOTCKOTo MOpsI Y BBIOOpKaMU 13 FOXKHOM YacTH
Oxorckoro u fmoHckoro mopeit (CemeHoBa u Ap.,
2019a; Semenova et al., 2021).

B HacTostieid padbote Mbl JOMOTHSIEM OOJIaCTh UC-
CJIeIOBaHUs TEeHETUUYECKOM CTPYKTYphbl a3UaTCKoOil KO-
PIOIIKM B TIpefesiax e€ THXOOKEaHCKOTOo apeajia 3a CUET
IOXKHBIX palfoHOB 0OUTaHKS BUJa — S TOHCKOTO MOps,
o-Ba CaxaJluH U MaTepuKOBOTO Mmodepexbsd OXoT-
ckoro Mops. ['eHeTHUYeCKy0 U3MEHYUBOCTh B TO-
MyJISIIUSIX OLIEHUBAJIW HA OCHOBAHUY M3MEHYHBO-
CTHM MMKPOCATCIUIMTHBIX JIOKycoB smepHoit JHK
(STR) u xoHTposbHOro peruona (CR) mt/IHK,
comepxaiero D-nernio.

MATEPUAJTI U METOOUKA
HccnenoBaHHblii MaTepHaJl, paiioHbl cOOpa mpood

Marepuan misd aHaIM3a TeHETUIECKO N3MEHUYN -
BOCTU KOoprowku 13 10 noKaapHOCTEM B OacceifHax
AnoHckoro u Oxorckoro mMopeit (n = 464) 6bLI CO-
6paH B 2016—2020 rr. O603HAaYeHUS BEIOOPOK U X T€0-
rpadpuyecKas JJoOKaaIu3alus IpeIcTaBJIeHbI B Ta0. 1 n
Ha puc. 1. Bce cOopbl MpoBOAMIN BO BpEMST HEPECTO-
BOTO X0OJ1a KOPIOIIIKH B IIPUYCTHEBBIX TTPOCTPAHCTBAX
MOpeil MU YCThSIX PeK, 3a UCKITIOUYeHUEM BBIOOPOK
u3 Amypckoro nuMaHa u CaxaJWMHCKOTO 3ajiMBa
OXOTCKOTO MOpsI, TIPEACTaBICHHBIX MOJIOIBIO M3 Ha-
T'YJIbHBIX CKOTIICHUIA.

MeTtoauKa reHeTHYECKOI0 AHAJIM3a

Mukpocamearummuvbie nokycol. MeTOIVUKU Bblee-
Hus JJHK, napamerpsl ammudukanuu JIHK u aHa-
Jiuza TIPOAYKTOB TOJMMEpa3Hoil 1LIeMHON peakuuu
(ITLP) mipu m3yyennu STR-JT0KycoB IpuBeneHbI B
pabore CemeHoBoOIi ¢ coaBTopamu (2019a), B KoTO-
poit TakxXe OmnyOJMKOBaHbl OCHOBHbBIE XapaKTepHu-
CTUKU MCCJIETOBAaHHBIX MapKEePOB.

Mumoxondpuanvhas THK. BapnabenbHocTb MTIHK
HUccleaoBaal Ha OCHOBaHMU u3MeHUYuBocTM CR
MTJHK. JIng ammmmpukanmm ObUIM CKOHCTPYUPO-
Banbl mpaiiMmepel OsmCR_96F: 5'-TCGAACTC-
CCACCCTTAACT-3'" u OsmCR-1.227R: 5'-ATA-
AAGGGCATTCTCACGGG-3'.

Ned 2023

BOITPOCHI UXTUOJIOTUU  TOoM 63



TEHETUYECKAS U3MEHUYMBOCTb A3BUATCKOWM KOPIOIIKWU OSMERUS DENTEX

429

C.II.

60° |-

Y

55°

50°

45°

40°

135° 140° 145°

'z

150° 155°

160°  B.m.

Puc. 1. Kapra mect coopa (@) BEIOOpOK Osmerus dentex v TeHepaTn30BaHHAs cCXeMa TeUeHUi (—) B IECTHUI TTePUOIT B ICCIIEI0-
BaHHBIX o0acTsax SmoHckoro u Oxotckoro Mmopeii (1mo: XeH u 1p., 2002; Apskos, 2006; Poraues, I1Lnbik, 2015; AHnpees, 2018).

3necp 1 Ha puc. 2—5: 0603HaYeHUsT BLIOOPOK CM. B Ta0I. 1.

TTIHP npoBoawm ¢ ucroiab3oBaHueM 10 MKJI roTo-
BbIX cMeceit GenePak PCR Core (“U3olen”, Poccus),
¢ nobaByieHHueM 5 Mk cmecu npaiimepoB (0.5 MKM) u
5 mxi1 JIHK. Ammmidukaimio ITpoBOIWIN IIPU CIIEIy-
oieM pexkume: 2 MuH nipu 94°C, 35 nukios: 30 ¢ —
94°C, 40 ¢ — 52°C, 1 muH — 72°C; 10 muH npu 72°C.
TTIP-mipoayKT ouminaiv ¢ MCHOJb30BaHMEM Habopa
Clean-UP (“Uzolen”) u cekBeHupoBanu no CaHTepy
(Sanger et al., 1977) B KoMMepuecKoii J1abopaTopun
llenTpa KOJUIEKTMBHOTO IOJb30BaHUs “I'eHoM”
(UHcTuTtyT  MoOJekynsipHoit  Ouonoruu PAH,
Mocksa). i1 ceKBeHUpOBaHUSI MCHOJIB30BAIN IIpsi-
moii npaiimep OsmCR_96F, a takke HOIOIHUTEIHLHO
pa3pabotanbl npaiiMepbl OsmF1: 5'-CATGAATGA-
TAGGGTCAGGGAC-3"u Osm(int1)R: 5'-GTCCCT-
GACCCTATCATTCATG-3'.

CraTucTHyecKuii aHAIN3

Muxpocamennrumuste noxkycei. B miporpamme Mi-
cro-Checker 2.2.3 naHHble MUCCeNOBaIyd Ha TMOUCK
BO3MOXHBIX OIMMOOK TeHOTHUITMPOBAHMSI, a TaKXKe
npucyTcTBUs Hyab-auienein (Van Oosterhout et al.,

BOITPOCHI UXTUOJIOTHUN Ne 4

TOM 63 2023

2004). B caygyae oOHapyKeHUs HyJIb-aJUIejieii IpOBO-
JIWJIM OLICHKY WX YacTOT U C TIONPAaBKOM Ha UX MIPUCYT-
CTBUE BBIYMCIISUIM 3HAYCHUST KO3(P(dUIIMEeHTa TeHEeTH-
yeckoii muddepeHumanyu (Fgy) (Weir, Cockerham,
1984) B nporpamme FreENA (Chapuis, Estoup, 2007).

ITporpammy GDA (http://lewis.eeb.unconn.edu/lew-
ishome/software.html) ncroab30BaIu AJIST OLIEHKU Ya-
CTOT ajuleieid, aJlIeIbHOTO pa3HooOpas3us (A4), oXu-
JaeMoit U HabmoaaemMoit rereposurotHoctu (Hy, Hp),
quciia TPUBATHBIX ajiieeii. OTKIOHEHUST OT PaBHO-
Becust Xapau—BaiitHOepra TecTupoBaiu ¢ UCIOJIb30-
BaHUEM Ko3(pdurmeHTa MHOPUIMHTA B IIpOrpaMMme
GENEPOP (http://genepop.curtin.edu.au), mocTo-
BEPHOCTh OLIEHUBAIN C MPUMEHEHUEM TOUHBIX Te-
croB dumrepa. ONeHKN aJJTEILHOTO pa3HOOOpa3us,
CKOPPEKTUPOBAHHBIE TT0 MUHUMAJILHOMY pasMepy
BBIOOPKM (Ag), monydyeHbl B mporpamme FSTAT 2.9.3
(http://www2.unil.ch/popgen/softwares/fstat.htm).
OnHohakTOpHBIN TMCTIEPCUOHHBIN aHAJIU3 1JTs] OLIEH -
KM paznuuniit Az u Hy MeXIy BHIOOpKaMU TTPOBEJIN B
nporpamMme Excel, misi momapHbIX cpaBHEHUI MpU-
meHsn U-kputepuit ManHa—Yutau. GENEPOP
HCIIOJIB30BaJIN IJIS1 OLIEHKM 0011l ¥ MoImapHoM nud-
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depeHInanny OISO Ha OCHOBaHUM KO3(Pdn-
LIMEHTOB Fg7. YPOBEHD CTATUCTUYECKON 3HAUUMOCTHU
JIJIST MHOKECTBEHHBIX TECTOB KOPPEKTUPOBAIU C HC-
noJjb3oBaHueM npouenypsl bordepponn (Rice, 1989).
3HAYNMOCTDb KOppeasIuu reHetTndeckux (Fgr/(1 —
— Fg¢7)) u reorpaduyeckux (1o Kpardaiiliemy BO[I-
HOMY IIyTH, KM) TUCTaHUMIA MeXIy rpyNnIupoOBKaMu
MPOBEPSUIM C TIPUMEHEHUEM TecTa MaHTea B Mpo-
rpamme IBD 1.52 (http://ibdws.sdsu.edu/).

AHanuM3 MOMyISIIIMOHHON CTPYKTYPhl IPOBOIWIN
metongoM baiieca (Rannala, Mountain, 1997) B npo-
rpamme STRUCTURE (Pritchard et al., 2000). Mc-
MOJIb30BAIM MOJE/b, OJOMYCKAIOIIYI0 F€HETUYECKOe
CMeIlIeHUEe U KOPPEJSLUIO aJlJIeJIbHBIX YacTOT Cpeaun
KJIacTepoB, ¢ 10° nepBoHaYabHBIMU (BIIOCIEACTBUM
obpesanHbiMu) u 106 MCMC (uens Mapkosa 1o Me-
tony MoHTte-Kapio) urepanusmu, mist K ot 1 go 10,
1o 10 moBTOPOB 1151 Kaxkmoii BenmmdruHb! K. /17151 olleHK1
HanboJjiee BEPOSTHOIO YMCIa KJIAaCTEPOB MPUMEHSIIU
Meron AK (Evanno et al., 2005) ¢ ucnonb3oBaHueM
Hurepuer-pecypca  STRUCTURE HARVESTER
(https://taylorQ.biology.ucla.edu/structureHarvester/),
a Takxke oueHkn MedMeaK, MaxMeaK, Med-
MedK n MaxMedK (Puechmaille, 2016), momuy-
yeHHBIe B rTporpamMe STRUCTURE SELECTOR
(https://Imme.ac.cn/StructureSelector/). Busyanuza-
U0 pa30MEeHUIT 110 KJIacTepaM MPpOBOIWIN Ha Cep-
Buce CLUMPAK (http://clumpak.tau.ac.il/).

st onpenesieHrst BO3MOXHOTO TTPOXOXKISHUS T10-
MyJISIUMIA KOPIOIIKM Yepe3 “TOPJIBIIIKO OYTBIJIKU”, T.C.
CUJIBHOTO CHIDKEHUSI 3(P(PEKTUBHOI YMCIEHHOCTU B
OTHOCUTEILHO HEJABHEM MPOIILIOM, HCIIOIb30BaIN
nporpammy BOTTLENECK 1.2.02 (Piry et al., 1999).

Busyanuzauuio MaTpuliibl monapHbix Fgp MPOBO-
mum B iporpamme STATISTICA 6.0 (StatSoft) me-
TOJOM MHOTOMEPHOTO IIKAJIMPOBAHUSI.

Mumoxondpuanvras JHK. TlepBuuHyto o6paboT-
Ky ¥ MHOXECTBEHHOE BBIpaBHMBaHUE HYKIICOTHII-
HBIX TTOCJIENOBATEILHOCTE M ITPOBOIMIIM B IIpOTpaMme
Geneious 6.0.5 (“Biomatters 1.td.”, HoBas 3emanmust),
orpenesieHne Jrciia rarmotnmnoB (H), pazHoo6pasus
rartoturioB (Hd) n HykneotunoB (Pi) mpoBoaWIN B
nporpammax FaBox (Villesen, 2007) u DnaSP v.5 (Li-
brado, Rozas, 2009).

Ananu3s MeTonoM I1aBHBIX KoMIoHeHT (PCA) Ha
OCHOBE KOBapUallMOHHOM MaTpUlibl T€HETUYECKUX
JUCTaHIU TpoBomwin B mporpamme GenAlEx 6.502
(Peakall, Smouse, 2012). AaxroputM minimum span-
ning network (MSN) (Bandelt et al., 1999) ucnons3o-
BaJIi JJIs1 TIOCTPOEHUSI CETU TalIOTUITIOB Ha OCHOBE
muctannuit XammuHra B mporpamme PopArt (Leigh,
Bryant, 2015).

BoramcneHre MHIEKCOB TTOMApHOi (hMKCA BbI-
o6opok (Ppy) (Peakall et al., 1995), noTtoka reHoB
(Nm), ananus MosekyiasspHoii nucriepcuu (AMOVA)
(Meirmans, 2006) mposogunu B mporpamme Ge-
nAIEx 6.502 (Peakall, Smouse, 2012). brutu BeIaCIC-

CEMEHOBA wu np.

HbI TPU UEpAPXUUECKUX YPOBHS UM epeHInalIN:
MEXIY rpynnaMu BbIOOPOK, MEXAY BbIOOPKaAMU U
BHYTpU BbIOOpOK. IlojiyueHHBIE mociaenoBaTelb-
HOCTHU rarIoTUIIOB ObLIM AeToHupoBaHbl B Gen-
Bank (www.ncbi.nlm.nih.gov/genbank) nmoxg Home-
pamu OP795783—0P795802 (ITpusioxxeHue).

PE3VJIBTATDBI
AHAJIN3 MUKPOCATEIMTHBIX JIOKycoB sinepuoii JTHK

IIporpamma Micro-Checker He oOHapyXuja BO3-
MOXHbIE OIIIMOKY T€HOTUIIMPOBAHUS HU B OJTHOM U3
JnokycoB. B tpéx Beioopkax (SKO, TUG, KUH) no-
Ka3aHa BO3MOXHOCTbD IIPUCYTCTBUS HYJIb-aJUIeCi B
Jokyce Tpall9. ITocne npoBepKU BIUSHUS BO3MOX-
HBIX HY/JIb-aJJIeJIC Ha OLIEHKU T'eHEeTUYeCKOil aud-
(epeHuMany 0Ka3anoch, 4YTO nokazarenu Fgusme-
Hst0TCs He 6071ee yeM Ha 0.3%. CTaTUCTHYeCKH 3HAYM -
MbIe OTKJIOHEHUS OT paBHOBecHUsI Xapau—BaiiHOGepra B
pacrpencaeHu TeHOTUIIOB He OOHAapY:KeHbI (I10CIIe
npoBenaeHns Koppekunnu boudepponn).

Tectuposanme B mporpamme BOTTLENECK nHe
BBISIBUJIO TIPOXOXKICHME KOPIOITKAMU 3Taria “TopJIbILi-
Ka OyThITK1” B HegaBHeM mpointoM (0.829 < p < 1.000).

Bcero onL10 BhIIBIIEHO 90 ajuiesneit, yuciao anje-
JIeil B KaXKIIOM JIOKYyCe BapbUpOoBaio oT nsatu (HirG107)
no 17 (MGPL-0Omo)5), B cpennem 10 ajuteneii Ha J1o-
Kyc. [IprBaTHBIE aJIe i C YaCTOTOM BCTPEYAEMOCTH
>5% He obHapyxXeHbl. CpemHIe OIIeHKN OXKUIaeMOM
reTepo3uroTHoctu (Hy) v anneabHOro pazHoobpasus
(AR) B OTAENBHBIX JIOKAIBHOCTSX BApbUPOBAJIU COOT-
BeTcTBeHHO OT 0.488 (ALI) 1o 0.582 (SKO) u ot 5.7
(ALI, SAH) mo 6.2 (BOT, KUH) (ta6m. 2). OmHo-
GaKTOPHBIA IMCIIEPCUOHHBIN aHaau3 He IMoKas3as
JIOCTOBEPHBIC PA3JIMUMS MEXIY BbIOOpKAMM HU TIO
Hp, nuno Ag. ITonapHoe cpaBHeHUE BEIOOPOK HE Bbl-
SIBWJIO pa3iMuusl 10 MoKas3aTelsiM ajlJIeJIbHOro pas-
HOOOpa3usi, OMHAKO B psiie CPaBHEHUI ObLIM OOHa-
DPYXEHBbI TOCTOBEPHbBIE Pa3IMUUsl MEXIY BbIOOPKOI
n3 AMypCKOTO JIMMaHa U BbIOOpKaMu U3 pek Tym-
HUH, AMyp, Tyryp u Kyxtyii (p = 0.007).

OO0111as1 olleHKa reHeTu4YecKoi nuddepeHIaum
KOPIOIIKU U3 MCCIeNOBAaHHOIO apeajia Oblja JOCTO-
BepHa (Fgp = 0.033 ¢ 95%-M moBepUTEITHLHBIM OYT-
crpen-uHtepBagoMm (0.015—0.058)). UuouBumyaib-
Hble JIOKYyCCIeUM(PUUHbIE OLEHKU U3MEHSIJIUCHh OT
0.005 (MGPL-0Omo2) no 0.114 (MGPL-0Omo15) u ObI-
JIU IOCTOBEPHO 3HAYMMBI [IJISI KaXA0T0 JIOKyca.

HoctoBepHast auddepeHanus Mexny BbIOOp-
KaMu Obl1a oOHapykeHa U IpU MX MTOMapHOM CpaB-
HeHuu B 31 cinydae u3 45 (tadi. 3). Haubonwime pas-
MY BRISBISHBI MexXny BeioOopkKamn SKO, BOT u
SAH u Bcemu octaibHbIMU. Beioopka AMH 3Haunmo
oTmyaeTcs oT Bcex BeIOOpoK, kpome TUG u KUH.
Taxcke mocroBepHBI pasnmaus 1pu cpaBHeHn TUG u
AMU, u KUH ¢ AMU u ALI. ITocne koppexkuyu boH-
depponu gocroBepHE! oTiimunst SKO, BOT u SAH ot
OCTaTbHBIX, a TakKe pasnmunsg Mmexny AMU u AMH.
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Ta0muna 3. Koadduunente! renetndeckoit nuddepenumannu (Fgy) Mo MUKpocaTeJUIMTHBIM JIOKYCaM MeXIy BBIOOD-
KaMU a3uaTcKoit Koproiku Osmerus dentex Ipu UX MOMapHOM CpaBHEHUH (IO AMAroHaablo) U HaIu4ue (+) CTaTUCTU-
YeCKU IOCTOBEPHBIX Pa3INUMii MEXIy BRIOOpKaMHU Tociie KoppeKuuu boHbeppoHM (Hal AMaroHaibIo)

Bri6opka SKO BOT SAH TUM AMU ALI SAZ TUG KUH | AMH
SKO + + + + + + + + +
BOT 0.0313 + + + + + + + +
SAH 0.0323 | 0.0298 + + + + + + +
TUM 0.0704 | 0.0409 | 0.0113
AMU 0.0954 | 0.0549 | 0.0309 0.0003 +
ALI 0.1076 | 0.0691 | 0.0369 0.0015 | —0.0037
SAZ 0.0822 | 0.0571 | 0.0220 | —0.0002 0.0005 | —0.0029
TUG 0.0946 | 0.0655 | 0.0431 0.0061 0.0080 0.0070 | 0.0074
KUH 0.0897 | 0.0612 | 0.0427 0.0061 0.0096 0.0072 | 0.0076 | —0.0032
AMH 0.1094 | 0.0758 | 0.0456 0.0072 0.0102 0.0062 | 0.0069 0.0034 | 0.0018

HpﬂMe‘laHﬂe. HOJ’IY}KI/IpHLIM H.IpI/I(bTOM BbIICJICHbI 3BHAYCHUA, CTaTUCTUYCCKHN TOCTOBEPHLIE 6e3 MPOBEACHMA KOPPEKIIMU HAa MHOXKE-

CTBCHHOCTbD TECTOB.

MakcuManbHO 110 olleHKaM FgrauddepeHuupoBaHa
OT OoCTaJIbHBIX BEIOOpKaA 13 AmoHckoro Mmopst SKO.

Pesynwsrate! kinactepuzanum B mporpamme STRUC-
TURE mnoka3esiBaloT Hanbojiee BEPOSITHOE YMCIIO
knactepoB K = 2 o oieHKaM MedMeaK, MaxMeakK,
MedMedK u MaxMedK (puc. 2), koTopbie cchopMUpo-
BaHbl BeiOOpKamu: 1) SKO, BOT, SAH u 2) TUM,
AMU, ALI, SAZ, TUG, KUH, AMH. UnuouBuny-

aJibHble reHoTunbl Koprolnku CaxanuHa (SAH) pac-
npeaeieHbl MeXIy KilacTepaMy IMPaKTHUYECKH I10-
poBHy (51 : 49%). MakcumanbHOe 3HadyeHe A K BBI-
SIBJICHO TIPW KJIaCTEpU3allMM Ha TPU TPYMIIbI, MpU
9TOM YETKASI CTPYKTypa He HaOJIIogaeTcs, M K TpeThe-
MY KJIaCTepy HeIb3sl OTHECTU HU OITHY M3 BEIOOPOK.

JanpHelmuii aHaJIn3 B Mpeeiax AByX BBISIBICH-
HBIX KJIAaCTEPOB HE MO3BOJSIET OOHAPYXKUTh F€HETU-

SKO BOT SAH TUM AMU ALI

SKO

BOT SAH

SAZ TUG KUH AMH

(6)

Puc. 2. KiacrepHblii aHanu3 BeIOOpoK Osmerus dentex Ha ocHoBaHuM TporpammMbl STRUCTURE. Pa3nast 3aimBKa cooTBeT-
CTBYET pa3HbIM KJIacTepaM U OTOOpaXaeT BEpOSITHOCTh MIPUHAMICKHOCTH K HUM 0coOeii. [TepBblil payHI KJIaCTepU3alluK: a —
K="2mno onenkam MedMeaK, MaxMeaK, MedMedK u MaxMedK; 6 — K= 3 mro orienKe A K; BTOpoi1 payH/I KJlacTepU3allnm:
B — K= 2 1o ouenkam MedMeaK, MaxMeaK, MedMedK 1 MaxMedK; r — K= 3 mo onienke AK.
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PaszmepHocTs 1

Puc. 3. luarpaMmMa MHOTOMEPHOTO IIKAJIMPOBaHUsI BHIOOPOK Osmerus dentex Ha OCHOBE MaTPUIIbI TTOMAPHbBIX TUCTAHLIMI KO-
s duurenTa reneTndeckoit mupdepenunannn (Fgy) Mo MUKpOCATEIUIMTHBIM JIOKYCaM.

YECKYIO0 CTPYKTYPUPOBAHHOCTb BO BTOPOM KJIaCTepE.
A B xnactepe SKO—BOT—SAH BoisiBIIsieTcss mompas-
JleJIeHre Ha B TPyTINbl HA OCHOBAHWM OlleHOK Med-
MeaK, MaxMeaK, MedMedK 1 MaxMedK 1 Ha Tpn
rpynnbsl — 1o AK. Ilpu sTom BeiOOpKa 13 p. borun
Haubosee obocobyieHa (puc. 2). Takum obGpas3owm,
CTPYKTYPUPOBAHHOCTb KOPIOIIKU U3 UCCIIENOBAHHO-
ro apeaja MOXHO OMNKCaTh YEThIPbMSI KJlacTepamu,
ccopMurpoBaHHBEIMU BeIOOpKamMu U3 pek IIIkoToBka
(1), borum (2) u Haii6a (CaxanuHn) (3), a Takke Bce-
MU OCTaJIbHBIMU BEIOOpKaMu (4).

AHaM3 Ha HATUYKE U3OJISILIUYA PACCTOSTHUEM MO~
Kaszajl, YTO KOppeJsSIIusl MeXIy TreorpaduiecKuMu
pacCTOSTHUSIMUM M TeHeTUYeCKoil nuddepeHimannei
KOPIOIIIEK TOCTOBEPHA IJIs1 BCEl COBOKYITHOCTH BbI-
60opok (Manren-tect: R? = 0.52, p = 0.001).

MHoroMepHo€ MKaJIMpOBaHUE Ha OCHOBE MaTpu-
1bl MOMAPHBIX nUcTaHUUil Fgp (Tabn. 3) npencrasie-
Ho Ha puc. 3. Ha nmarpaMmme BBIIEIISTIOTCS KJIacTepPhl
TeHeTUYeCKM OJMM3KUX BBIOOPOK M3 peK TyMHUH,
Amyp, AMypckoro tumaHa 1 CaxaJIrHCKOTO 3aJIUBa,
a TaKKe KjacTep AMaxTOHCKOIO 3aJiMBa U ABYX Hau-
OoJiee 61M3KUX BEIOOPOK M3 peK Tyryp u Kyxryit. Ot-
nenbHble nonyasuuu pek IlIkoroska, borun u Haii-
0a (CaxanmH) HambOoJiee nuddepeHIPOBaHbBl OT
OCTaJIbHBIX. B 1LIeJIOM pacrnoioxkeHue TOYeK, COOT-
BETCTBYIOIIIUX BbIOOpPKAM, Ha MaTpHUIle COOTBETCTBY-
eT UX reorpauIecKomMy NoJOXKEHUIO.

Ananu3 KkoHTpobHOTrOo pernoHa MtJIHK

ITocne BeIpaBHUBaHUS 54 mocaeaoBaTeIbHOCTEH
B IIPOAHAJIM3UPOBAHHOM y4acTKe WnHoit 940 mmap HyK-
JICOTUIIOB, COAEPKAIIIEM ITOJHYIO ITOCIEI0BATEIbHOCTD
CR MtIHK, 65110 BBISIBIIEHO 16 BapuaGeabHBIX caii-
TOB, M3 HUX 11 TpaH3uLuii 1 5 TpaHcBepcuii. Beero ObI-
J10 BBIIEeHO 20 raIuIOTUTIOB ¢ MHAenaMu 1 18 6e3 yuéra
WHJEIOB, BCE TaIUIOTUIILI ObUIM BBISIBJICHBI BIIEPBEIC,
Kpome Hap_ 1, KoTophlii COBITama ¢ HOC/IeI0BaTeIbHO-
cramu CR m3 I'enbanka (MH370836, MH370837),
MpUHAIIEXAIIMMHA a3UaTCKOU KOPIOIIKeE.

ITo pacnonoxeHuio ToYeK, COOTBETCTBYIOIIUX Bbl-
0OpKaM KOPIOIIKW, Ha AMarpaMmMe MHOTOMEPHOTO
mKajaupoBaHus (puc. 4) mpociexuBaeTcss 000co0-
JIeHHOCTh BbIOOpKM ALI (AMypckoro aumaHa), IIpu-
YUHO# 4ero MOryT ObITh Cly4yailHbie (haKTOPHI, CBSI-
3aHHBIE C €€ HeOOoNbIIMM 00BEMOM. IJIst mpoBeneHUS
ITaabHEMIIIEro aHaan3a BBIOOPKU KOPIOIIKHW OBLIN
00beAVMHEHBI B TPU TPYMIILl COMIACHO MX Teorpadu-
YEeCKOMY TOJIOKEHUIO, C YYETOM Pe3yJIbTaTOB MHOTO-
MEPHOTO IIKAJIMPOBaHUSI HAa OCHOBAaHUM MHUKpOCa-
TEJUIMTHBIX JIOKYCOB (puc. 3), a TaKxKe IPUMEHEHUST Me-
Toda DIaBHBIX KOMITOHeHT (puc. 4): OhS — rpymma
ceBepHoro nobdepexnbs Oxorckoro mops (TUG, KUH,
AMH), AmT — rpymnma 3amagHOro MaTEepMKOBOTO
nobepexbsa Oxorckoro mopsa (AMU, SAZ, TUM),
JaS — BrIOOpKU u3 fAmonckoro mopsa (BOT, SKO).
OTAenbHO OLEHUBAIM WM3MEHYMBOCTH BBIOOPDKU U3
p. Haiiba roro-BocrouyHoro mobdepexbss CaxaanHa
(SAH) u Be160pKM 13 AMypckoro aumaHa (ALI).

CaMpble HU3KME 3HAYeHUS BCeX MapaMeTPOB TeHETH -
YeCKOro pasHooOpa3usg Haomomanuch B rpymnre OhS
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Puc. 4. I'paduk ananusa raBHbiX KoMnoHeHT (I'K) Ha ocHOBe KOBapMalIMOHHOM MAaTPULIBI ITONAPHBIX TEHETUYECKMX AUCTAHLIVI
koHTposbHOro peruoHa (CR) MTAHK Osmerus dentex: a — pacrionoxeHue BbIOOPOK a3UaTCKO# KOPIOIIKU B IPOCTPAHCTBE IBYX
nepBbix oceit; 'K 1 onuceiBaet 52.2, 'K 2 — 27.5% o0611eit ”3BMEHYMBOCTH; 6 — PACITOJIOXKEHKE TPYIII BBIOOPOK a3MaTCKOM KO-
PIOIIKY IO PETUOHY IMPOMCXOXICHUS B IPOCTPAHCTBE NBYX MEPBBIX Oceil 1o oTHOIIeHUO K Beioopke ALL; TK 1 — 80.9, TK 2 —
18.5% o61eit usmenunBoctu. I'pyrmel: OhS, AmT — coorBercTBeHHO ceBepHoe (BriGopku TUG, KUH, AMH) u 3ananHoe
mateprukoBoe (AMU, SAZ, TUM) no6epexbss Oxorckoro Mops, JaS — Slnmonckoe mope (BOT, SKO), Sah — o. Caxanun

(SAH).

(Tabn. 4). HaubGonpiiee 3Ha4eHUE raryiOTUITMYECKO-
ro pasHooOpasust (Hd) ObUIO BBISIBICHO B TPYIIIIE
SInonckoro Mopst (JaS), HECKOJIBKO MEHBIIINE 3HAYe-
Hust Hd y xoproniku o-Ba CaxanuH (SAH), ocTanbHbie

3HAYCHUSI TEHETUIECKOro pa3zHooopasus (4, Pi, k) ObI-
JIM MaKCUMaJTbHbIMU B BbIOOpKe ALI 1 B rpymiiie AmT.

B cTpykType ceTu rarioTUIOB BBISIBISIETCS 3BE3-
JI000pa3Hast TOIoJIorusI (pUC. 5) ¢ LIEeHTpaIbHBIM, Han-
0osee 4yacTo BCTpedarommMmcs, raruioturiom Hap 1,

Tab6auna 4. XapakTepucTUKa FeHETUYECKOro pasHooOpasusl B rpynmax Osmerus dentfex Ha OCHOBE TalUIOTUIIOB KOH-

TpoabHOro perunorHa MtJIHK

I'pyrna, BIGOPKa n h h, S k Pi Hd + SD

OhS 15 5 2 3 0.933 0.00100 0.695 £+ 0.109
AmT 17 10 5 8 1.412 0.00151 0.864 £ 0.070
SAH 9 6 1 4 1.500 0.00160 0.889 £ 0.091
JaS 9 7 2 6 1.500 0.00160 0.917 £ 0.092
ALI 4 3 2 17 3.167 0.00338 0.833 £0.222
Bce BriOOpKM 54 18 16 1.533 0.00164 |0.842 % 0.043

IIpumeuanue. n — 4KCIIO UCCIIENOBAHHBIX 0OPA3L0B, /I — YUCIIO TATUIOTUIIOB, /1, — YACIIO YHUKAJIbHBIX TaIlJIOTUIIOB, S — YUCIIO Cerpe-
TUPYIOLLIUX CATOB, K — CpeaHee YUCIIO HYKJICOTUIHBIX pa3iniuii, Pi — HyKJIeoTUIHOe pasHoobOpasue, Hd + SD — rarotunuyeckoe
pa3HooOpa3ue U CTaHAapTHOE OTKJIOHEHHE. 31eCh U B TabJI. 5 IToKa3aHbI TPYIIILI 110 peruoHy npoucxoxaeHusi: OhS, AmT — cooTBeT-
ctBeHHO ceBepHoe (Bbioopku TUG, KUH, AMH) u 3anagHoe marepukoBoe (AMU, SAZ, TUM) no6epexbst OxoTckoro Mops, JaS —

Anonckoe mope (BOT, SKO).
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Puc. 5. Cetp minimum spanning network rarutoruioB CR mtIHK Osmerus dentex (pa3mep Kpy>kKKOB COOTBETCTBYET UMCITY 00-
pasuoB): Hap_1—Hap_ 18 — HoMepa rarioTUIioB, YUCJIO IITPHUXOB HA JIMHUSIX COSAMHEHUSI rarJIOTUIIOB — YMCJIO HYKJIEOTU I~
HBIX 3aM€H, pa3HOIi 3aJIMBKOI1 0003HAaUEHbI PETMOHBI MPOoUCcXoxXAeHUsI. OCT. 0003HAYEHUSI CM. Ha pucC. 4.

KOTOPBII TIPEACTaBJIEH BO BCEX perMoHax, v 12 rario-
TUTIaMU, oTInyaoumucs oT Hap 1 Ha ogHy 3aMmeHy.

Haubonbive 3HaueHus: auddepeHuuanuu O py
HaOIIOTAIMCh MEXIY TPYIIIaMH BEIOOPOK KOPIOLIKI

Tabmuua 5. Tenetuueckas nuddepenunanus (Ppy) (mon
IMAarOHAJIbIO ) ¥ 3HAYCHUS IT0TOKA TreHoB (Nm) (Ham quaro-
HaJIbl0) MEXIY IpyMIiaMu BbIOOpOK Osmerus dentex Ha Oc-
HOBE KOHTpOJIbHOTO pernoHa MTJIHK

I'pynma, BeiGopka OhS AmT JaS SAH
OhS 84.25 7.93 3.13
AmT 0.006 >100 5.07
JaS 0.059 0.005 >100
SAH 0.138* 0.090* 0.001

HpuMel{aHne. * CTaTUCTUYECKU JOCTOBCPHBLIC 3BHAUYCHU .

OhS u SAH, Haumenbiniue — mexnay JaS m SAH
(tabn. 5). Ilpu npoBemeHMM TAaHHOTO aHaIM3a BbI-
oopka ALI On11a McKITIoueHa, Kak MaJIOYUCJIEHHAsI U
CHJIBHO OTKJIOHSIOIIasics o peaynbratam PCA. Ha
BHYTPUBBIOOPOUYHYIO U3MEHUYUBOCTD (P py) MpUxonu-
Jock 92% obiieit usmenunsoctu (p < 0.05), Ha u3-
MEHYUBOCTb MEXIY BBIOOpKaMy BHYTpU Ipynil (P pp)
u Mexny rpyrmamu (D) — 1o 4% (p > 0.05). st o-
caenyromiero aHanm3a AMOVA rpyniisl ObUI 0ObeIm-
HeHHI B 1Be: “ceBep” (Ohs—AmT) u “ror” (JaS—SAH),
B 3TOM cCllydae Ha BHYTPUBBIOOPOYHYIO M3MEHYM-
BOCTb (®py) puxoamnock 90.6% oo6ueit (p < 0.05),
Ha U3MEHYUBOCTh MEXITy BEIOOPKaMU BHYTPHU PETH0-
HOB (®pp) U Mexny peruoHamu (®z;) — cOOTBET-
cTBeHHO 6.7 1 2.7% (p > 0.05).

IToTok reHoB (Nm) (Ta6a. 5) B OOJBIIMHCTBE MO-
TapHBIX CpaBHEHWI MEXIy TpyImaMu ObLT > 4, 9TO
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COOTBETCTBYET KPUTEPUIO BBICOKOTO. Tak, KpUTepuu
JIJT1 3HAYEHUIT ITOTOKA T€HOB OIPENEIISIIOTCS KaK HU3-
kue 111 Nm < 1, cpeqaue — 11t 1 < Nm < 4 11 BbICcO-
ke — st Nm > 4 (Boivin et al., 2004). Tonabko B on-
Ho1 TTape cpaBHeHUit Mexny OhS n SAH noTtok reHoB
MOXHO TTojiaraTh cpenHum — 3.13. Ilpu 3TOM olLieHKa
Nm mexny “ceBepoM” 1 “1oroM” — 6.37, 4TO TaKXKe CO-
OTBETCTBYET BHICOKMM 3HAUYE€HUSIM MIOTOKA FT€HOB.

OBCYXIEHHNE

Bricokue moka3arenn ralIoTUIINYECKOTO pa3Ho-
00pa3ust B COYCTAHNM C HU3KUMU 3HAUYEHUSIMU HYK-
JIEOTUIHOTIO pa3HOOOpa3usi BBIOOPOK a3MaTCKON KO-
PIOIIKH, BBISIBJICHHEIE B HAIlIEM MCCIIEAOBAHUM Ha OC-
HoBanuu CR mT/IHK, B 1Ie10M COOTBETCTBYIOT
MoKa3aTeasIM MOJIEKYJISIPHOI M3MEHYMBOCTH JIPYTUX
yuactkoB MTJIHK 3T0ro Buaa psi6 (CKypuxuHa u 1p.,
2015; Skurikhina et al, 2018).

3BE3m1000pa3Hasl TOIOJOTUSI FeHealoTuUeCcKuX
CTpYKTYp (puc. 4) yKa3blBaeT Ha XapaKTEPHYIO IS
MHOTHUX OOpealbHBIX BHUIOB PHIO OBICTPYIO SKCITaH-
CHIO YHCJIEHHOCTHU U TIPOUCXOXIESHUE BCEX TMOTYJISI-
LI a3MaTCKOI KOPIOLIKY OT EAMHOTO OOIIIETO Tpe/i-
Ka M3 OCHOBHOTO pedyruyma, KOTOphIE COBEPIIMINCH
MocJjie Teproaa COKpallleHUsI YMCICHHOCTH TMOTTYJIsI-
LIM, CBI3aHHOM C IUIEMCTOLIEHOBLIMU OJICACHEHMS -
mu (Slatkin, Hudson, 1991; Hewitt, 2000). Hu3zkoe
HYKJIEOTUAHOE pa3HOOOpa3ne TakKKe MOXET ObITb
CBUIETEIIBCTBOM OBICTPOI MOMYJISILIMOHHOM SKCITaH-
cuu (Hirase, 2022).

Haimv maHHBIe TTOKa3anu, YTO pacipocTpaHeHue
KOPIOIIKHU OCYIIECTBISLIOCH, HauboJiee BEpOSITHO, 13
obyacTu B paitoHe AMypa, ITOCKOJbKY OOJBIIMHCTBO
MoxaszareJieil FeHeTUYeCKOTo Pa3HOOOPa3UsI ¥ YUCIIO
raryIOTUIIOB MAKCUMAJIbHBI Y BLIDOPOK M3 3TOTO paiio-
Ha (ta6i. 4). Kak ycranosieHo panee (Costello et al.,
2003; Stamford, Taylor, 2004), HanOoIbIIICe TEHETU-
yecKoe pa3HooOpasue BUOOB BCTPEYAETCS B PEruo-
Hax, pAacHOJIOXKEHHBIX B MeCTax IIpeariojiaracMbIX
MPEIKOBBIX PeYTUYMOB.

He uckiitouyeHo cyliecTBOBaHUE U OPYTUxX pedy-
ruyMoB Ha o-Be CaxaynmH miu B AlmoHckoM Mope. Ha
5TO YKa3bIBAIOT OOIIIME TaTUIOTUITHI TSI 9TUX BBIOO-
pok. IIpu 3TOM B caxaJuHCKOI BBIOOpKE JOMUHUPY-
IOT TaIUTOTUIIBI, O0IIKe ¢ BEIOOPKOit 13 SITTOHCKOTO
Mopsl, a He ratutoTull Hap 1, Kak B Ipyrux peruoHax.
st TonTBepKAeHUS 3TOTO TIPEATOI0XKEHUS TPEOYIOT-
cs1 bonee oOIIMPHBIE TeHOreorpadIecKue UCcieaoBa-
HMST FOTO-BOCTOYHBIX MOMYJISIINIA OCTpOBa 1 SIITOHCKO-
To MODSI.

HMccnenoBaHue MUTOXOHIpUANbHBIX TeHOB Cyf b u
COI (Skurikhina et al., 2018) 1103BOJIMIO TIPEAITOJIO-
KUTb OCHOBHBIM PaliOHOM, 113 KOTOPOTO ITPOUCXOIH -
JIO pacmpoCTpaHeHHE KOPIOIIKHU, IOXHYIO 4YacTh
Oxotckoro Mops U fAnoHckoe Mmope. Takke ObUIO TT0-
kazaHo (bpeikoB u ap., 2003; Omneithuk u ap., 2005),
YTO 3TH TeorpaduyecKkue JOKAIMA MOTJIN CIIYXXHUTb
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pedyruyMoM B TIEpHOI OJICICHEHNS M IUIST HEKOTO-
PBIX BUIOB JIOCOCEBBIX PHIO.

CoBpeMeHHasl TMOMYJISIIIMOHHO-TEHETUYeCKas
CTPYKTypa KOPIOIIKHA COOTBETCTBYET MOJAEIN U30JIsI-
uu paccrostHueM (Wright, 1943). To ectb B 1ieioM
reHeTndyeckass nuddepeHIInas pacTeT ¢ yBeade-
HUeM reorparyecKoil TUCTAaHIUU MEXAY TOITYJIsi-
ssMu. [1pu 5TOM BBISIBJIEHBI 30HBI OTpaHUYEHHOTO
Te€HHOT'O TTIOTOKA, CBUICTETLCTBYIOIINE O TOM, YTO CTe-
MeHb CBSI3W MOMYJISILIMI a3UaTCKON KOPIOLIKUA MEXITY
co00lf HEeOTMHAKOBA Ha Pa3HBIX yYacTKax apeaa.

1t MHOTMX BUOOB PBIO, B TOM 4YMCJIe U OIS KO-
PIOIIKOBBIX, MOKA3aHO, YTO (DOPMUPOBAHUE CTPYK-
TYpBI TIOIYJISILUMU B OOJIbIIEil CTENEHU OrpaHUYEHO
IpoLeccaMu, BIUSIOIIMMU Ha pacceicHUe OpraHu3-
MOB paHHUX CTaguii pa3BUTHUS, YeM MUTPALIMOHHBI-
MU criocoOHocTsIMU B3pocibix peio (Iles, Sinclair,
1982; Baby et al., 1991; Bernatchez, Martin, 1996). Ha
CTEIIEHb PaCIIPOCTPAHEHUsI JIUUMHOK PBIO OT yCThe-
BBIX [IPOCTPAHCTB NIABHBIM 00pa30M OKa3bIBalOT BO3-
JIeICTBUE KOMIUIEKCHEIE THIporpadguieckue (pakTophl
CpelFbl, IIpeXe BCero, HalpaBJieHre 1 Cia TeYeHU 1
BETPOB, (pu3ndyeckue dapbepbl, OCOOCHHOCTU pelbe-
da (O’Donnell, 1993; Bradbury et al., 2006, 2008).
PernonanpHbIe pa3nuuus B ASMCTBUU TaKUX (pakTo-
POB MOTYT IIPUBOJIUTH K CYIIIECTBEHHBIM Pa3INUUSIM
B ITONYJISIIUOHHOI CTPYKTYpE PhIO B IIpeiesiax ux apea-
Jna. Hamm mpenpimyiinye ucciaeqoBaHMs ITO3BOJIWINA
MPENNOJIOXUTh 3HAUUTEIBHYIO POJIb TEUSHU I 1 IPYTUX
rUapoPU3NIYECKNX CBOMCTB BOTOEMOB B (hOPMUPOBa-
HUM TTONY/ISTIMOHHO-TEHETUIECKOI CTPYKTYPhI a3uaT-
CKoll Koprolnku B Bomax Kamyatku m benoro mopst
(CemenoBa u ap., 2019a, 20196; Semenova et al., 2021).

Hecmotpst Ha 3HauUuTE/bHBIE FeorpacudecKre pac-
CTOSIHUSI, OOMEH TeHaMU MEXIy TOMyJIsILIusIMU KO-
PIOIIKU CEBEPHOTO U CEBEPO-3aMagHOTO ModepexKunii
Oxotckoro Mops 1 TaTapcKoro 1npoJjiuBa SIImoHCKOro
MODS$I BeCbMa 3HAUUTEJIeH, YTO MOATBEPXKIAETCs pe-
3yJpTaTaMM aHajiu3a JBYyX TUIIOB MapkepoB. [lpu
9TOM KJlacTtepusalusi metonoM baiieca mo STR-jo0-
KycaM CBUIETEJbCTBYeT O T€HETUYECKOM E€IUHCTBE
KOpromKy B 3ToM apeaie (puc. 2). I[loarBepxkmaior
9TOT BBIBOJ U JaHHbIE TeHETUYECKOU nuddepeHIma-
unu (®pp) mo yvacroram ramtotunoB CR MtJIHK
(tadn. 5). OgHako KiaaccudyeckKue MeTomabl mudde-
peHIMallM Ha OCHOBaHUU ToKa3atesieil Fgro0Hapy-
>KMBAIOT TOCTOBEPHBIC PA3TAYMSI MEXITY HauboJiee reo-
rpacudecKu yoal€HHOUM BbIOOPKOI U3 AMaXTOHCKOTO
3aj1Ba (ceBepHOe modepexkbe OXOTCKOro MOpsT) U BbI-
OopkamMu u3 pek AMyp, TYMHUH, AMypCKOTo JIMMaHa U
CaxanuHcKoro 3aivBa. OTIMYAOTCS OT TMOCJeIHe
IPYMITBl B HEKOTOPBIX CIydasix M Apyrue BhIOOPKU Ma-
TEPUKOBOTO TT0o0epexKbsi OXOTCKOro Mopsi — U3 pek Ty-
ryp u Kyxryii (tadmn. 3, puc. 2). Kpome Toro, Bbidbopka
13 AMYpPCKOIO JIMMaHa OTJIWYAETCsl OT OCTAIbHbIX Ha
ocHoBaHMU nocyiegoBatesibHocTet MTAHK (puc. 4),
OMHAKO JJIs1 BbISIBJICHUSI MPUUYMH 3TOTO TpedyeTcs
aHaJM3 BEIOOPOK OOJIBIITETO OOBEMA.
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I[lo maHHBIM aKyCTMYECKMX ChEMOK M aHaIu3a
OMOJIOrMYECKUX OCOOEHHOCTEM KOPIOIIKM, CEBEPHAs
yacTb TaTapckoro mposuBa (ceBepHee 49° c.ii.) u
AMypcKuii IMMaH — 3TO 30HA HaryJja TaK Ha3bIBae-
MOI “aMypcKoi” TPYNIUPOBKU — KOMIUIEKCHOTO
cTajga a3MaTCKOIl KOPIOWIKM, OCHOBY KOTOPOIO CO-
CTaBJIIET MOMYJIsauMs AMypa, a TakxKe MHOXECTBO
MOIMYJISILI OTAEAbHBIX PEK, KOTOpPbIE€ BMANaioT B
AMYpCKMII JTMMaH M CEBEPHYIO 4acTh TaTapcKoro
IIpOJIMBa KaK CaXaJIMHCKOIO, TaK XU MaTepPUKOBOTO
nob6epexuii (Illykuna, 1999). Ham naHHbie Mo re-
HeTuueckoii auddepeHanny Kopomku no STR-
JIOKyCaM XOPOIIIO COIJIACYIOTCSI C BRIBOJAMHM aBTOPa O
€IUHCTBE MOMYJSIIUM PpeK CeBepHOM yacTu TaTtap-
CKOTO IIPOJIMBa U AMYPCKOTIO JIMMaHa MaTepUKOBOTO
nobepexbsa. OTCyTCTBHE B HAIllEM aHAJIM3€ BEIOOPOK
n3 pek 3ammagHoro CaxajmHa He ITO3BOJSIET OLICHUTH
TEHETUYECKYI0 U3MEHUYMBOCTb 3TUX HEPECTOBBIX CTajl.
OmHaKO MOXHO IIPEAIIOIOXUTh, YTO IIPEICTAaBICHHbIS
B JaHHOM MCCJICIOBAHUN BBIOOPKHU M3 AMYPCKOTO JIM-
MaHa 1 CaxaJMHCKOro 3ajuBa (HaryjJbHbIe CKOILIe-
HUST MOJIOAY IByX—YEThIPEXJIETHETO BO3pacTa) MOTYT
OBITH C(POPMUPOBAHBI KOPIOIIKOM U3 MHOTUX pPEK, B
ToM uncie u 3anagHoro CaxajanHa.

I'eHeTMUECKOMY €IMHCTBY KOPIOIIKHW TaHHO 00-
JIAaCT MOXKET CIIOCOOCTBOBaTh IIIMPOKOE PacIpocTpa-
HEHNMEe JMYMHOK M MAaJbKOB Oyiaromapsi BEIHOCY BOI
Amypa Kak B Oxorckoe Mope yepe3 CaxaJIMHCKUI 3a-
JIMB, TaK M YaCTUYHO Ha IoT, Yepe3 mpoiauB HeBenb-
CKOTO B CEBEpHYIO YacTh TaTapcKoro npoyamBa JAImoH-
ckoro mops. K coxaneHuio, HeT Hay4YHOUM MHGOP-
Malli O PacIPOCTPAaHESHUU JIUYNHOK KOPIOIIKH B
HCCIeAyeMOM paiioHe, HO UCCIeIOBaHMUs TeUCHUIA
KOCBEHHO CBUAETEIbCTBYIOT O MOTEHIIMAIbHOI BO3-
MOXHOCTH ITAaCCUBHOIO pa3HOCa UXTUOILJIAHKTOHA B
OxorckoMm u SAnoHckoM Mopsix. ITokazaHo, 4TO B Be-
CEHHe-JICTHUI TIepuof B ceBEpHOM yacTu Tatapckoro
MpoJivBa (ceBepHee 49° c.111.) NeMCTBYIOT KaK LIMPKYJIsi-
LIMOHHBIC UKIIOHMYECKME TEUCHUS, TAK M aHTULIMKIIO-
Hudyeckue (ITvmansHuk u ap., 2010), dopMupyembie B
TOM 4YMCII€ U BogaMu AMypa. DTU TeUeHUSI MOTYT CIIO-
COOCTBOBATh PaCHpPOCTPAHEHUIO JTUYMHOK KOPIOIIKU
3 OxoTckoro Mops yepe3 npouB HeBenbckoro Ha 10-
BOJIBHO 3HAYMTEJIbHEIE paccTosiHUS B TaTapckoM mpo-
JmBe SlnoHckoro mopst (puc. 1). [TomHoe penpomyKTuB-
HOE€ €IVHCTBO MOMY/SALMU p. TYMHMH, Bagarolieii B
CEBEPHYIO YacTh TaTapcKoro IpojmBa, U p. AMyp CBU-
JIETEIbCTBYET B II0JIb3Y 3TOM TMIIOTE3bI 1 IIPEeAIIoa-
racT CylleCTBOBaHMUE €AMHOTO JIMYMHOYHOTO apeaya
JUIST TIOTTYJISIIMI KOPIOIIKKM ceBepHOM yactu Tarap-
CKOTO IIpoJinBa 1 AMypa.

OueBUIHO, YTO 30HA PACIIPOCTPAHCHUS aMyp-
CKOIi rpynIUpOBKHU IIPOCTUPAETCS U Ha ceBep, B Ca-
XaJIMHCKMI 3aJIMB, a TAaKXKe BIOJb MAaTEPUKOBOTO I10-
oepexbst Oxorckoro mopsi. Bomel p. AMyp 4epes
AMypCcKHMi1 TMMaH B BeCEHHE-JICTHUN TIEpUOJ pac-
IIPOCTPAHSIOTCS IIPEUMYIIIECTBEHHO B CaxaJIMHCKUIA
3aJIMB 1 Aajiee MOT'YT JOCTUTAaTh CEBEPHOTO Imobepe-
XbsT OXOTCKOTO MOpPsI, GOPMUPYST BMECTE C MHOTOUMC-

CEMEHOBA wu np.

JICHHBIMM pEKaMM MaTepuKoBoro mnobdepexnbs (Yia,
Oxorta, Tyryp, Mus, KyxTyit) npubpexHoe TeueHue B
HampasJieHUM ¢ ceBepa Ha 1or (Poraues, IInbIk,
2015), coBmamaroliee ¢ HaIlpaBJIeHUEM LIMKIJIOHUYE-
ckoro CeBepo-Oxotckoro TeueHus (Bimacosa u ap.,
2008) (puc. 1). Takas cucTemMa Te4eHUI MOXKET CIO-
coOCTBOBAaTh MEPEHOCY JTUUMHOK KOPIOILIKK Ha 3Ha-
YUTEJIbHbIE PACCTOSIHUS, KaK, HAIIpUMEP, 3TO MOKa-
3aHO JJIST TMYMHOK KaMyaTtcKoro Kpaba Paralithodes
camtschaticus (Yepauenxko, 2010).

Hab6aomaeMble reHeTUYECKME pa3Indusl He 1M03-
BOJISIIOT IIPEAIiojiaraTh abOCOMIOTHOTO €IMHCTBA JINYM-
HOYHOTO apeaya sl KOPIoIKHU U3 OXOTCKOro Mopsl U
aMypCKOIt KOMITJIEKCHOM IrpynIupoBKU. OTHAKO HAJIU-
Yyie IOCTOSIHHBIX TeUYEHUI, OCOOEHHO B BECEHHE-JIET-
HUI IEPUO]I, TTO BCEM BEPOSITHOCTH, CITOCOOCTBYET Iac-
CUBHBIM MUTPALMSIM KOPIOIIKM paHHUX CTaauii pa3-
BUTUS, YAaCTUYHO HUBEJIUPYIOIIUM PEIIPOAYKTUBHYIO
000CO0IEHHOCTD JTOKAJIBHBIX MOMMyasumii. ITpmnopex-
HOE TeYEHME y CEBEPHOTro modepexkbst OXOTCKOro Mopsi
HayulHaeTcs oT nm-oBa JIucsHekoro (paiioH r. OXoTcK)
u rmponokaercs oo Illanrapckoro apxunenara (Po-
raues, IInwik, 2015). Ilpu aTom Tayiickas ryoa, ya-
CTBIO KOTOPOTIO SIBJISIETCSI AMaXTOHCKMIA 3aJIUB, HaX0-
JINTCSI BOCTOYHEE M HE 3aTPparuBaeTCsl 3TUM TeYEHUEM,
YTO MOKET OBbITh OOBSICHEHWEM OOJIbIINX T'eHeTHUYe-
CcKuX oTinuyuii BeIOOpk AMH 0T ocTajbHBIX BEIOO-
pok 13 OXOTCKOIO MOpSI.

Hapsiny ¢ reHeTMUeCKUM eIMHOOOpa3ueM KOPIOIII-
KM Ha IIPOTSKEHHOM apeajie B OXOTCKOM Mope U B
ceBepHOIT yacTu TaTapcKoro IpoJMBa HaOIoIaeT-
csl JOBOJILHO 3HAUUTENbHBI ypOBEHb I'eHEeTHUYE-
CKOI1 000COOJIEHHOCTHU IIOIYJISIIUKA KOPIOIIKKW W3
p. Borun. Peka pacnosioxkeHa Ha HEOOJBIIIOM pac-
crossHuu ot p. TyMHUH (~160 KM), OMTHAKO TTOITYJISI-
UM KOPIOIIKM 3TUX PEeK Pa3IM4aloTCsi ¢ BHICOKOM
cTerneHblo moctoBepHoctu (Fgr > 4%, p < 0.0001).
IIpu 3TOM reorpaduyeckoe paccTosTHUE MEXIy TIe-
HETUYECKH CIMHBIMH ITOITYISLUIMU U3 peK TyMHUH
n AMyp OoJtee yeM B aBa pa3a oomipmie. [Tommmo kimac-
CHUUYECKUX OLEeHOK auddepeHIraluid 0060CO0JIeH-
HOCTb p. boTtun monrBepxkmaeTcss u 6aiteCOBCKUMU
MeToIaMu aHajam3a (Tabia. 3, puc. 2).

MOXHO TIPEAITOJIOXKUTh, YTO TUIPOJIOTUYECKUE
¢daKkTOpHI UTPAIOT IIEPBOCTEIIEHHYIO POJIb B HAOIIO-
JTaeMOI KapTUHE MPOCTPaHCTBEHHOU nuddepeHI-
Al KOPIOIIKMU. YCThe p. boTun oTHOCUTCS K 10XK-
HoIit yacTtu TaTapckoro mpoJjuBa, 6oJiee INIyOOKOBOMI -
HOI TTO CpaBHEHMIO C CEBEpHOI. YCIIOBHas TpaHMWIIA
MEXKIy CEBEPHOM U 103KHOM YacTssMu TaTapckoro mpo-
JBa MpoxomauT B obmactu 48°03 c.im. OCHOBHOM
daxkTop, POPMUPYIOIINIA U PKYISIINIIO BOI B I0XKHOM
yacTu TaTapckoro nmpoauBa, — 3To LlycumMckoe Teue-
HUE, IIPOXOIlee ¢ ora Ha ceBep Bmoyb CaxajanHa.
Ha ypoBHe 47°—48° c.111. u3-3a pe3KOro yMeHbIIeHU
IJIyOMHBI MOPSI B 3TOM palioHe OCHOBHAsI YaCTh IIOTO-
Ka LlycmMcKoro TedeHusi moBOpauyMBaeT Ha 3allaj |,
JIOCTUTAasi MAaTEPUKOBOIO MOOEPEKbsl, IBUXKETCST BIOJIb
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Oepera Ha 10T Kak [IpyuMopckoe TeueHue, B pe3yJibTa-
Te pOpMUPYST MOLITHBINA HUKJIOHUYECKUIA KPYTOBOPOT
Bon (ITuianbHuk 1 Ap., 2010) (puc. 1).

BeposTHO, UTO JaHHBIA KPYyrOBOPOT IPEMSITCTBY -
€T OOMEHY JIMYMHOK ¥ MOJIOOU KOPIOIIKM MEXIY FOXK-
HOI1 1 ceBepHOi1 yacTssMu TaTapckoro nponma. MiHTe-
PECHO, UTO 1 1IJIs1 ropOy1u 13 p. boTun ObL1a OTMEUeHa
000C00JICHHOCTh OT BBIOOPOK KaK 13 OXOTCKOTo, TaK 1
n3 Snmonckoro mopeit (Lnuransckas u ap., 2012).

Haubonblmas creneHb reHETUYECKOM OTUBEPIeH-
LM ITOKa3aHa 151 BBIOOPKM a3MaTCKOM KOPIOIIKHY 13
Yccypuiickoro 3anuBa AmoHckoro mops (SKO)
(tabn. 3, puc. 2). Takasa muddepeHIUANA KaXKETCs
BITOJIHE OOOCHOBAHHOM B CBSI3M C IIPOCTPAHCTBEHHO
000Cc00JICHHBIM MOJOXKEHUEM BBIOOPKM Ha UCCIEN0-
BaHHOM apealie, MOCKOJIbKY KOPIOIIKa MPaKTUIeCKI
OTCYTCTBYET B peKax 10xkHoi gyactu CeBepHoro [Ipn-
Mopbs (0T M. IToBopoTHbIit 10 M. EropoBa) (ITapy-
pa, Konmakos, 2001).

Takke 3HaUMMasi CTeleHb TeHETUYECKOM TUBEP-
TeHIIMM BBISIBJIEHA 1JIsk BbIOOpKM 13 p. Haitba FOro-
Bocrounoro Caxanuna (SAH). ITo naHHBIM aKyCcTH-
YEeCKMX ChEMOK M OMOJIOTUYECKUM IToKa3aTessIM, JIO-
KaJIbHas IIOITYJISIIMs Kopiomku p. Haiiba siBiasiercst
YaCTbhIO KOMIUJIEKCHOM MOIYJISLUU, OCHOBHOM Ha-
T'YJbHBIN apeajl KOTOpOoil HaxoauTcs B 3aj. TeprneHust
(IykunHa, 1999). OcHOBY 3TOli MOMYJSILIUU COCTaB-
JISTIOT pBIOBI KPYITHOM “MatepuHcKkoit” p. [TopoHaii, B
COCTaB €€ BXOASAT MPEACTAaBUTEM EIE A0 AeCITKA He-
oompinx peyeK BocrouHoro CaxajimHa BIUIOTH 1O
47.03° c.mu. Knacrepuszaums BeIOOpKU u3 p. Haiiba
CBUIETEJbCTBYET O TEHETUUECKUX CBSI3SIX 3TOM TpyTI-
MMAPOBKMU KaK C pbI0AMHM aMypCKOil KOMILIEKCHOI
TPYHIIMPOBKHU, TaK 1 C MPEACTAaBUTEISIMU S TTOHCKOTO
Mops (puc. 2).

ITonydeHHBIM TaHHBIM O TeHETUYECKOM 000C00-
JIEHHOCTHY BBIOOPOK 13 pek [IIkoToBka, botun u Haiiba
oT BeIOOpOK 13 Oxorckoro Mopsi 1o STR-mapkepam He
MIPOTUBOpPEYAT PEe3yabTaThl UEPAPXUUYECKOIO aHaIn3a
o yactoram rarioturioB CR mtIHK (ta6:. 5). Hau-
0oJiee BEpPOSITHBIM SIBJISIETCS pa3lesicHUe a3uaTCKOM
KOPIOIIKK Ha TPYIITy BBIOOPOK SAMOHCKOro Mops U
CaxajimHa 1 ocTallbHbIe BEIOOPKHU 13 OXOTCKOIO MOpPS
u ceBepHoil yactu Tartapckoro mpoymba. [Ipu sToM
MEXXIYy HUMU CYILIECTBYET BBICOKUII OOMEH reHaMu.

JdnddepeHnnanmsgd a3smaTcKoil KOpromKn SAmoH-
CKOTO MOD$I OT OXOTOMOPCKHMX BHIOOPOK ObLiIa MOKa3a-
Ha panee 1o apyrum Mapkepam MTJIHK (Kosnaxk u ap.,
2011; Cxypuxuna u np., 2015; Skurikhina et al., 2018).

OO01IMi1 ypoBeHb r'eHeTUYeCKOol auddepeHIalm
KOPIONIKM O MUKPOCATEJIMTHBIM JiokycaMm (Fgr =
=0.033), BBISIBJIEHHBbII1 B HACTOSIIIIEM MCCJIEIOBaHUM,
cxoneH ¢ muddepeHIInanneii KOPIOIKA 13 BOTOEMOB
BOCTOYHOTO M 3aramHOro nmobepexxuii KamyaTku, T.e.
bepunrosa u Oxorckoro Mopeii (Fgr = 0.028), u 60-
Jiee 4YeM B ABa pa3a MeHblle nuddepeHalium Ko-
proiku B Bogax benoro mopst (Fgp = 0.078) (Ceme-
HoBa u ap., 2019a, 20190). Ilpu cpaBHeHUMN reHETH-
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yeckoit auddepeHMany a3uaTtcKoil KOPIOIIKU U
OJIM3KOPOACTBEHHBIX BUIOB PbIO C aHAJIOTMYHOI
JKU3HEHHOU ucropueii, Harmpumep O. mordax V3 Bo,
CIHA n Kananpr, HaOII0DAI0TCS CXOTHBIC TTATTEPHBI
T€HETUYECKOI AUBEPTreHIIMU, BAPbUPYIOIINE B 3aBU-
CUMOCTH OT UcclienoBaHHOTO apeasa (Bradbury et al.,
2006, 2011; Kovach et al., 2013).

IIpu 5TOM OYEBUAHO, YTO 3a MCKIIIOYEHUEM 30H
OrpaHUYEHHOI0 OOMeHAa y a3MaTCKOil KOPIOIIKU Ha
JIOBOJILHO OOJIBIIIOM PACCTOSTHUM TTOTOK IT'eHOB BECh-
Ma 3HauyuTeJIeH. Tak, reHeTU4eCcKUe pa3inyusl B mpe-
nenax kjnacrepoB STRUCTURE (Fgpr = 0.004) cpas-
HUMBI ¢ g pepeHIIaneii B Ipeaeaax CBOero apeana
y Thaleichthys pacificus — pbIObI cEeMeNCTBa KOPIOIIKO-
BBIX, JJISI KOTOPOM OTMEYEH OYeHb HU3KUIT YPOBEHB
reHeTuyeckoii nudpdepenunanuu (McLean, Taylor,
2001; Beacham et al., 2005; Flannery et al., 2013).
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