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KaTaau3upyemMas TePMHHAIBHON JIE30KCUHYKIICOTH]] TpaHCc(epa3on)



BBEJIEHUE

AKTYyaJIbHOCTBH NPO0JIeMBbI

Ha panamx ortamax BHI000pa3oBaHHMs OJHAM M3 MEXaHM3MOB (OPMHPOBAHUS
PENPOAYKTUBHON H30JSLUU Y MIIEKOIHMTAIOIINX SBISETCS IEHETHUYECKas HECOBMECTHMMOCTH
U30JMPOBAHHBIX IOMYIALMA. ['eHeTHYeCKas HECOBMECTUMOCTh MOXET OBITH OO0YyCIOBJIEHA
HECOBMECTHMOCTBIO a/UIC/IbHBIX BAPHAHTOB OJHOTO MJIM HECKOJIBKHUX I'CHOB, IIOTEPEH TOMOJIOTHH
HYKJIEOTHIHBIX IOCIIE0BATEIILHOCTEH, a TAKXKe «IIEPETACOBKOW» T'C€HETHUYECKOr0 MaTephasia
BCIIE/ICTBHE HAKOILUIEHHS XPOMOCOMHBIX IepecTpoek. COBOKYIIHOCTh OTHX (PAKTOPOB IPUBOIMT K
(OPMUPOBAHUIO THOPUIHON CTEPUIBHOCTH, KOTOpas SBISETCS BaXKHbBIM MEXAHH3MOM
PENPOAYKTHBHOW HM30JIMM M YacTO XapaKTEpU3yeTCs HapyIICHHSIMH CHHAICHCA |
peKOMOMHAIIMKM TOMOJIOTMYHBIX XpOMOCOM B TepBoit mpodasze meitoza (Oka et al., 2010;
Bhattacharyya et al., 2013; Torgasheva and Borodin, 2016). OxgHako ocraeTcs He SCHBIM, Kak
CTElEHb JAaHHBIX HAPYIIEHHH 3aBUCHT OT (DHIOr€HETHYECKOTO PACCTOSHUS, KapHOTHITHYECKOM
JMBEPIEHIMN  POIUTEILCKAX TAKCOHOB, a Takke IOJUMOp(U3Ma 10 XPOMOCOMHBIM

MepecTporKaM B HCXOTHOM MOIYJISLIHAH.

B mnacrosimee Bpemsi OonbIIO€ BHHMAaHHUE YIENAETCS TOUCKY HCXOIHBIX MPUYUH
HApYIICHUN TaMeToreHe3a, NPUBOISMIIMX K BO3HHUKHOBEHHIO CTEPHJIBHOCTH Yy THOPHIOB.
OCHOBHBIM OOBEKTOM ISl OOJILIIMHCTBA TOJIOOHBIX HCCIEAOBAHUH SIBISIOTCS J1AOOpATOPHBIE
auard Mbimed Mus musculus musculus u Mus musculus domesticus. Dto 3aTpyaHseT
HKCTPAMOJISIIUIO TTOTYYSHHBIX JAHHBIX U THMOTE3 (POPMHUPOBAHUS PEMPOAYKTUBHON H3ONSIINUU

MCKIAY 6J'II/I3KOpO)ICTBeHHBIMI/I BI/II[aMI/I/ NnoABUAAMH Ha MIICKOITUTAIOIIHNX ITPUPOIHBIX HOHy.]'ISII.[Hﬁ.

B nanHoli paboTe ¢ NpUMEHEHUEM KIACCUYECKOTO METOAA TMCTOJIOIMYECKOrO aHAIN3A U
MMMYHOJIOKQJIM3alluK KJIIOYEBBIX OEIKOB Meio03a ObLJIO MPOBEIEHO OMMCAHHME pPa3IMYHBIX
(eHOTUIIOB TMOPUTHON CTEPUIIBHOCTH Y BHYTPUBHJIOBBIX U MEXBHIOBBIX THOPHUI0B X OMSKOBBIX.

MB&I1 o1leHUBAIIN FI/I6pI/I,Z[HYIO CTCPUIILHOCTD 110 HAPYIICHUAM CIICPMATOTCHE3A.

CewmetictBo XomskoBeie (Cricetidae), moacemeiictBa [Tonésku (Arvicolinae) u Xomsaku
(Cricetinae), a umenno — poxa Alexandromys, Microtus u Phodopus, — mpenacrasistor coboi
YIOOHBIN HEKJIACCUICCKHI MOICITBHBIA O0BEKT JIUISl U3YICHHS ITUTOIOTHICCKIX M MOJICKYIISIPHBIX
MEXaHU3MOB (OpMHpPOBaHUS THOPUIHOW CTEPUIHHOCTH HA PAHHHUX JTamax BHI000PAa30BAHMSL.
BriOpanHbie sl MCClIeNOBAaHUS BUIBI PA3IMYAIOTCS MO TeMmaMm (QHUKCAIUd XPOMOCOMHBIX
MePeCcTPOeK, HATUIHIO/OTCYTCTBHIO XPOMOCOMHOTO TOJUMOP(GHU3MAa M BPEMEHU PaCXOXKICHUS
OJIN3KOPOJICTBEHHBIX BUIOB. Bpemsi TUBEpreHInu cpe/ii BEIOPAaHHBIX BHJIOB ITOJICBOK COCTABIISET

He Oomee 0.25 mumua ner (Bannikova et al., 2010; Mahmoudi et al., 2017), torma kak
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OIM3KOPOACTBEHHBIC BHIBI MOXHOHOTUX XOMs4KOB Phodopus nuBeprupoBaiu okono 1 MitH jet

nazaza (Neumann et al., 2006).

I/ICCJ'Ie,I[OBaHI/IC 0COOEHHOCTEH raMmeToreHe3a Y TaKuXx FI/I6pI/II[OB MMPEACTABIIACTCS Ba>XHBIM
U OLICHKH POJIK TeHHOH U XpOMOCOMHOﬁ AUBEPIreHIMKU B ITOCTCIICHHOM (bOpMI/IpOBaHI/II/I

rHOPHUTHON CTEPHIILHOCTH.

Hean u 3a1a4n padboThI

[lenpto  nmaHHOW  pabOThI  OBLIO  BBISBICHUE I[IMTOTCHETUYCCKUX  MEXaHH3MOB
bopMUPOBaHUS CTEPUIIBHOCTH Y THOPUIOB MeXAy ONM3KUMHU BUIAAMH XOMSKOBBIX,

pasindarOmuMHACA 110 CTCIICHU FeHETHYSCKOH U KapHOTHHHQCCKOﬁ JUBCPICHIINU.
I[.]'Iﬂ JAOCTHIKCHUA 1EJIN ObLIH MOCTABJIEHDI CJIeAyrmme 3aiavuu:

1. BeIsBUTh BO3MOXKHBIC HAPYIICHUS CIIEPMATOTCHE3a, CHHAICHCA M PEKOMOWHAIMA
XPOMOCOM Yy BHYTPHUBHOBBIX THOPHIOB MEXKIY IPEICTABUTEIISIMA XPOMOCOMHBIX pac A.
eVOronensis, a Takxe y MEKBHIOBBIX MMOpUI0OB mosieBok A. maximowiczii, A. mujanensis u A.
evVOronensis, KOTOphIe XapaKTEPU3YIOTCS BBICOKMM YPOBHEM XPOMOCOMHOTO moJuMopdusma,
YHCIIOM M THIIOM HaKOIUICHHBIX XPOMOCOMHBIX IIEPECTPOEK.

2. BbIIBUTH BO3MOXKHBIC HApyYIICHHsSI CHEPMATOreHe3a, CHUHAINCHCA M PEKOMOMHALUH
XPOMOCOM Y MEXBHIOBBIX THOPHUAOB MEXKAy OJIM3KOPOJCTBEHHBIMH BHIAMH IOJEBOK
eBporeiickoit muaun M. kermanensis, M. rossiaemeridionalis, M. mystacinus, M. arvalis
«obscurus» u M. transcaspicus, pa3aHYaONIMMHUCSA 10 BPEMEHH JAMBEPIrEHIMH W YHCITY
HAKOILJICHHBIX XPOMOCOMHBIX MEPECTPOCK.

3. [lpoBecTn aHaNM3 CHUHANCHCA M PEKOMOMHAIMH AyTOCOM M IIOJIOBBIX XPOMOCOM Y
CTEPWIBHBIX CAMIIOB M (EPTUIILHBIX CAMOK THOPHIOB JBYX OJHM3KOPOJCTBCHHBIX BHIOB
MOXHOHOTHX XoMs1ukoB P. sungorus u P. campbelli 1 poauTenbckux BUIOB, KApUOTHUITB KOTOPBIX

UICHTHUYHBI. v caMIIOB FI/I6pI/II[OB " pOAUTCIBCKUX BUIOB IMTPOBCCTU aHAIN3 CIICPMATOTCHE3A.

Hayunast HoBu3Ha padoThI

BrniepBle monydeHbl NOAPOOHBIE JaHHBIE O BapHauud (HEHOTUNIOB TUOPUAHOM
CTepHJIBHOCTH y TipesicTaBuTeneii pogos Alexandromys u Microtus. YcraHOBI€HO, YTO CTENEHb
HapyIIEHUH CHHAIlCMCAa XPOMOCOM THOPHIOB CEpbIX IOJEBOK COOTHOCHTCS C BpEMEHEM
JTUBEPreHIuu OJIM3KOPOJACTBEHHBIX BUJIOB, OJIHAKO YPOBEHb PEKOMOWHAIIMH MPU 3TOM OCTAETCS
CPaBHUMBIM C POIMTEIBCKUMH TPYIIAMH, €CIU TaMETOLMThI JOCTUTAIOT MaXUTEHO-TI0OA00HOM
CTaJlud B CBOEM pa3BUTHU. BrepBble Moka3aliy, YTO HAKOIIJIEHHME XPOMOCOMHBIX IIEPECTPOEK

Pa3HBIX THUIIOB B HEeOOJIBIINX HU30JIMPOBAHHBIX MOITYJIALUAX ObLJI0 OCHOBHBIM MEXAaHHU3MOM
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BU1000pa30BaHus sl IOJIeBOK poxa Alexandromys, B otinuuue ot moieBok moxapoxaa Microtus,
rIe 3HAYMMBIA BKIaJ B (OPMHPOBAHHE DEMPOAYKTUBHON HECOBMECTHMOCTH BHECIA
TeHETHYeCKasi JUBEpreHIs. BrepBble MNpPeAokeH MexaHu3M (OPMUPOBAHUS THOPHIHON
crepuiibHOCTH MKy P. sungorus m P. campbelli, cBs3anubiii ¢ 0COOCHHOCTSIMH KapHOTHIIA
POMUTENBCKUX BUAOB. [I0Ka3aHO, YTO BBICOKAS YaCTOTA ACHHAIICHCA MOJIOBBIX XPOMOCOM Yy
CaMIIOB MEXBHU/IOBBIX THOPHIOB ITPUBOIUT K OCTAHOBKE MEH03a, YTO, B CBOO OYEPE/ib, SIBISICTCS

OCHOBHOU TPUYUHOM IMOPUIHON CTEPUIIBHOCTH Y XOMSIYKOB poja Phodopus.

Hay4Ho-npakTu4yeckasi HEeHHOCTh PadoThI

PesynbpTathl gaHHOM paboOThl pacIIMpPSIOT MPEACTABICHUS O LUTOICHETHYECKUX
MexaHu3Max GOpMUPOBAHUS THOPUIHON cTepuiIbHOCTH. [losydeHHbIe B paboTe JaHHBIE O BKJIaIe
FEHETUYECKON U KapUOTUIINYECKOM TMBEPreHIMN B KOHTEKCTE MOMYJISIIIMOHHOTO MOIUMOppuU3Ma
10 XPOMOCOMHBIM IIEPECTPOKAM y MIIEKOIUTAIOIIHUX MOTYT OBbITh HCIOIb30BAHbI JJISl JOTIOJIHEHHUS

U YJIydHICHUS COBPEMCHHBIX MoJienen BI/II[OO6paSOBaHI/IH.

OcHoBHbIE MOJIOKEHHSI, BLIHOCHUMBIC HA 3AIUTY

1. 3HaunMoi yacThio 00IIero MexaHu3Ma (OpPMHPOBAHHUS CTEPUIBLHOCTU Y THOPUIIOB
MEXIy OJIM3KOPOICTBEHHBIMH BUIAMH XOMSIKOBBIX SIBJISICTCS MOJTHBIM aCHHATICKC XPOMOCOM HJIH
ACHHAIICUC UX OTJAEIBHBIX PalOHOB, KOTOPHIM MOXET MPUBOAUTH K OCTAHOBKE CIIEpMATOTeHEe3a

wir GOPMUPOBAHUIO A0EPPAHTHBIX HEPYHKIIMOHATIBHBIX T'aMeT.

2. AcwuHarcuc XpOMOCOM MOKET OBITh O6YCJ'IOBJ'ICH KakKk IIPOHOJIZKUTCIBbHOCTBIO
HE3aBUCHMOM 9BOJIIOLOUHN POAUTCIIBCKUX TAKCOHOB, TaK W KApUOTUIIMYCCKUMH OCOOCHHOCTIMU

POIUTENBCKUX BUJIOB.

JIMYHBIN BKJIaJ aBTOPA

ABTOp CaMOCTOSTEIbHO TOTOBWJI IMpenaparbl PacIUIaCTaHHBIX CHHANTOHEMHBIX
komruiekcoB (CK) Oonbleld yacTu mpecTaBUTENEH CEphIX MOJIEBOK M KapPIUKOBBIX XOMSYKOB,
MPOBOJIUI WMMYyHOOKpamuBaHue, C-mogoOHoe oxpammBanue DAPI nns BeissBienus C-
KOHCTHUTYTHBHOTO reTepoxpomaruna, Bbyienenue JIHK, mnpurorosmenme Cot-10 JIHK,
ucnosb3yemMon st payopectientHoi in Situ rubpuauszanmu (FISH), coop u dukcaruio kieTouHoi
KyIbTypsl M. mystacinus, mpUroTOBJICHHE THCTOJOTHMUYECKUX CpPE30B, BKJIIOYas (UKCAIHIO,
3aJIMBKY, padOTy Ha MUKPOTOME M OKpalllMBaHWE T€MAaTOKCHJIIMHOM M 203MHOM OOJIBIIEH YacTH
00pa310B TOJIEBOK, MOJIy4YEHHE MOJABISIIONIET0 4ucia MUKpodotorpadpuil Ha CBETOBOM U
¢dryopeciieHTHOM MHUKpocKkonax, (oTorpadgupoBaHre 4YacTH TpPENaparoB Ha AIEKTPOHHOM

MHUKpOCKoIe, IH(poByr0 00paboTKy M300paKeHUH, U3MEPEHNE OCHOBHBIX PEKOMOMHAIIMOHHBIX
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XapaKTepUCTUK M aHAINU3 TMOJYYEHHBIX JKCIEPUMEHTANbHBIX HaHHbIX. FISH, mpuroroBnenme
IpenapaToB pacrjacTaHHBIX MeTadasHbIX xpomMocoM U G-okpammBanue mpoBoamioch C.A.
Pomanenko na 6aze UMKB CO PAH. I'ucronoruueckuii ananus npeacraBuTencii poga Phodopus
1 yactu obpasioB poaos Alexandromys u Microtus 6su1 nposenen E.A. Kusunosoii, ULul" CO
PAH. BripaniuBanue KI€TOYHOH KyIbTYpbl U3 MEXpeOepHO# Tkanu M. mystacinus npoBoauiioch
N.E. Ipuctsxurok, Ul ul" CO PAH. KapnukoBsie XoMI4uKy Ob1H J100€3HO TpeaocTaBieHsl E.A.
KuszmioBoil, moneBku ObUTM  JII0OOE3HO MPEAOCTABICHBI  COTPYAHHKOM  Jaboparopuu
3BOJIIOIMOHHOM 300Ji0ruM U reHetuku UL buonoro-nousennoro uncruryra [BO PAH U.B.
KapTraBueBoii u coTpyiHUKOM Jaboparopun Tepuosioruu 3oonorunueckoro nacruryra PAH @ . H.

["osreHuIlIEBBIM.

Anpobanusi padboTbl

Pesynbratel ngaHHOW pa®oThl ObUIM MpeACTaBICHBI: Ha 220 MEXIyHApOJHOMN
koHpepeniuu |ICACG (Tynysa, ®panums, 2016), Ha 2200 0OUICHHON MEXAYHAPOIHON
koHdpeperimu ESDAR (Kopno6a, Ucnanus, 2018), Ha mexxayHapoaHoit kondepenimun EMBO,
nocBsieHHON Meio3y «Workshop on Meiosisy (Jla Pomrens, ®panmus, 2019), wa 13o0i
MexayHapoaHoi EBponeiickoii nurtorenernueckoit konpepenunun ECC (onnaiin, 2021), na 18oi
Bceepoccuiickoit MonoiexHON HIKONIe-KOH(GEPEHIIUH M0 aKTyalbHBIM MHpoOlieMaM XHMHH U
o6uonorun (BmamuBoctok, 2021), na 1lom cwe3ne Tepuonornueckoro obmectsa npu PAH
(Mocksa, 2022), Ha 130#1 MexayHapoAHONH KOH(pEpEeHUUU Mo OMOMH(OPMATUKE PEryJsiuud U
CTPYKTYpbl TeHOMOB H cucteMHoi Ouonorun BGRS\SB (HoBocubupck, 2022), Ha 4oit
MEXIyHapoaHOH KoH(pepeHuu «CoBpeMeHHBIE MpPOoOJeMbl OHOJIOrMYECKOW 3BOJIIOLUM

(Mocksa, 2022).

Mybonukanuu

Marepuan muccepranuu npejacraBieH B 11 myOnukamnusix, B TOM 4Hclie B 3 CTaThsiX B

MEXTYHAPOAHBIX (3) pelleH3uPYyEeMbIX KypHaIaX.

CtpykTypa u 00beM padoThl

PaGora BiTt09aeT B ceds creayroniue pa3aelsl: BBelIeHue, 0030p IUTepaTyphl, MaTepraibl
U METOJIbI, PE3YIbTaThl, 00CYXICHHE, 3aKIIF0OUEHIE, BEIBOIBI, CITUCOK IUTUPOBAHHOM JTUTEPATYPHI
(285 ucrounukon). O0mwMit 00beM padboThl coctaisiet 141 crpanuity. [Ipeacrasieno 23 pucyHka

u 10 tabauir.
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Bbaarogapuoctu

ABTOp HCKpEHHE TMpu3HATeleH HayyHoMmy pykoBoautento ILM. bopoauny 3a
PYKOBOJCTBO U O0y4€HHE MHOTHM I0JI€3HBIM HAaBBIKAM HAYYHON paOOTHI IIMTOICHETHKA, a TAKXKE
3a (pororpadupoBanue yactu oOpa3lOB Ha 3JIEKTPOHHOM MHUKpockorie; A.A. Topraiesoil 3a
HAay4YHOE PYKOBOJCTBO B IMepuoj OakaiaBpuara M MarucTparypbl, MHOTOYMUCIECHHBIEC Yachl
PEICH3UPOBAaHUS TEKCTOB BCEX MAWIUIOMHBIX pabOT W JUCCepTalui, OOyYeHUE HaBBIKY
OCMBICJICHUS HayYHOH MH(OPMAIINH U cofiep KaTeIbHble HayuHble quckyccun; M.W. PoaronoBoit
3a MOMOIb B IMPUTOTOBIEHUU IpenaparoB pacruiacTaHHbix CK HEKOTOpBIX mpelcTaBUTENEH
KApJIMKOBBIX XOMSYKOB M cepbIX moJieBOK; JLII. MalMHOBCKOM 3a MOJAECPKKY W IIOMOIIb B
AKCIIEPUMEHTAX, a TAKKE MHOTOYUCIICHHbIC HayYHbIe KOHCYIbTanuu; [{.B. Py6iioBoii 3a yuactue
B 00pabOTKe YacTh JaHHBIX mMosieBoK poaa Alexandromys, SI.A. IlenuioBy 3a KOHCYJIbTALUIO B
pelIeHn HECTaHJapPTHBIX CTaTUCTUYECKUX 3a/1ady; KOJUIEKTUBY naboparopuu
PEKOMOMHAIIMOHHOTO U CETPErallMOHHOTO aHaIN3a 32 PU3NICCKYI0, TEXHHUECKYIO U MOPAThHYIO
MOJAEPKKY, IOMOIIb B OpraHM3aldd 3KCIEPUMEHTOB M WHTEPIPETALNMU PE3YIbTATOB;
corpyanuky LIKIT M{ul" CO PAH E.A. Ku3unoBoil 3a MOpaJIbHYI0 NOAJIEPKKY U MOMOIb B
MPUTOTOBJICHUHM YaCTH THUCTOJOTHYECKHX IpEenapaToB, OOy4ye€HHUE METOJIaM THUCTOJIOTHYECKOTrO
aHaJIM3a ¥ JIF00Ee3HOEe MPENOCTaBICHNE OMOJOTHIECKOT0 MaTepHralia; COTPYAHUKAM JabopaTopuun
ABOJIIOLIMOHHON 300j0ruu U reHetukun PUIL] buonoro-nousennoro mucrutyra /IBO PAH, B
ocobennoctu M.B. Kaprasuesoii, I.H. lllepemerneBoii, M.B. [1aBnenko u T.B. BacunseBoii, u
coTpyaHuKaM Jaboparopuu Tepuosnoruu 3oonorunueckoro nHctutyra PAH, B oco6ennoctu @.H.
['onenumieBy, 3a MNpegOCTaBICHHE >XUBOTHBIX W TOMOIIh B TOJY4YEHUH OHUOIOTHYECKOTO
MaTtepuaia; COTpYJIHUKY JJabopaTOpuu CpaBHUTEIbHOU TeHOMUKU MHCTHTYTa MONekyspHoi u
Knerounoit buomornun K.B. TumakoBoil 3a COBMECTHOE Hayalo HCCIEIOBAHHUS THOPUIOB
XoMsiukoB poaa Phodopus; corpymuuky 1abopaTOpud HUTOT€HETHKH >KHBOTHBIX MHCTHTYyTa
Monexynspaoit u Knerounoit buonorun C.A. Pomanenko 3a momornis B npoBeneHuun FISH
(bnyopecrienTHo# ruOpuanM3anuu iN SitU) Ha Hamwmx npenapatax paciutactaHHbix CK
KapJIMKOBBIX XOMSIYKOB, MPUTOTOBJICHHH IMpernapaToB MeTada3HbIX XPOMOCOM, IOMOIIb B
npoBefeHNN G-OKpaliMBaHWs W KOHCYNIbTalldd TIO PACKIATKEe XPOMOCOM; COTPYAHHKY
nabopatopun renetuku pazButus HMIulT CO PAH W.E. IlpuctsokHiok 3a TOMOIIb B
BBIPAIIMBAHNH KJIETOYHOH KyJIbTYphI U3 MeXpeOepHoi Tkanu M. mystacinus u o0y4deHue MeTony
¢dukcanuu knerouyHoi KynsTypsl; LIKIT Mukpockomuueckoro aHaimsa OUOIOTHYECKUX O0HEKTOB
3a MPEAOCTaBICHHE JOCTYNa K MHUKPOCKOMHYECKOMY OOOpYyIOBaHUIO. ABTOp Takke BecbMa
npusHateneH KeBuny Apkuiecy 3a NpOAyKTUBHOE M HATOJIHEHHOE KM3HbIO YYaCTHE B MPOEKTE

¢ xomsiukamu pona Phodopus; crynentam Broporo kypca ®EH HI'Y Codbe Hukutunoit, ¥Yibsae
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[Mumkosoit, Maprapure HaiinanoBoit, Codwre KoszbipeBoit, Codpre Edctudeeroii, lapwe
CasenkoBoii, Mapuu IllansHoBoii, TarbsiHe 3bikoBoii, lapre Py6OroBoii, Bacumuce bynnuk,
Eprenun Ilo3gnsikoBoit, AHzpero Boponuny, EBe Mexnymsan, bepesyikoii Exarepune,
CawmoiinoBoit Enmzasere, Xakynosoit IOmmu, Ognonpuenko Jlappe u Cabyposoii Ilonune,
IPOXOJUBUIMM Y aBTOpa JIETHIOIO IPAaKTHUKYy MO Kypcy «LluTonorus», 3a IJI0JO0TBOPHOE
NEPEOCMBICIICHUE HAyYHBIX MPOOJIEeM AMCCEPTAMOHHON paboThl, IPEKPaCHbIE OTYETHI 10 UTOTY
MPAKTUKU U KPEaTUBHOE Y4acTHE B OOJILIIOM KOJIMYECTBE MOUX MUJIOTHBIX MPOEKTOB, UTO BECbMa
BJIOXHOBJISJIO aBTOpa Ha JalibHEHIIyl0 paboTy; WieHaM KOJUIeKTHUBa Jaboparopuu Oop-
HEUTPOHO3aXBaTHOM Tepanuu 31o0kadyecTBeHHbIX onyxoisieil UAD CO PAH M.U. buxkuypunoii u
S1.A. KonecHUKOBY 32 MHOT'OJIETHIOIO MIPAKTUKY MEPETOKEHHUS KOMIUIEKCHBIX IUTOT€HETUUECKUX
MEXaHHM3MOB BHJI000Pa30BaHUS U THOPUIHON CTEPUILHOCTH HA MOIMYJISAPU3ATOPCKHUM SI3BIK, YTO

MMOAHUMAJIO aBTOPY YPOBCHb ITIOHUMAHUA rio0aIbLHON HpO6JI€MLI pa6OTbI.

OB30P JIUTEPATYPbI

1 OcHOBHBIE MPOLIECCHI TAMETOreHe3a

1.1 BBegenune

Bunoobpa3oBanne — 3TO KOMILICKCHBIH MPOIECC, Ha KOTOPBIA OKA3bIBAIOT BIIUSHUE
MHOKECTBO pa3iu4HbIX (akTopoB. Ha paHHuX cragusx Bua00Opa3oBaHMsI MPOUCXOAUT
(dbopMHpoBaHUE PENPOAYKTUBHON U30JIALUN MEXKAY MOMYJISALUSIMUA, MEXaHU3Mbl KOTOPOH MOXKHO
pa3feNnTh Ha NPEI3UTOTUYECKUE U IOCT3UrOTHYECKHE. B ciryuae, eciiy KOMyJsIius IpOMCXOANT,
B (hopMHpOBaHUM PENPOAYKTUBHON H3OJSIMHM CTAHOBSTCS 3aJ€HCTBOBAHHBIMH MEXaHU3MBbI
MOCT3UTOTHYECKON M30JISIUU: HECOBMECTUMOCTh THOPUIOB 1O WJIM TIOCTIE OIIOIOTBOPEHUs (HE
IPOMCXOTUT 00pa3oBaHMs 3UIOThl WJIM 3HMroTa OBICTPO MOTHMOaeT), HEKHU3HECHOCOOHOCTh
ruOpusioB (morepss SMOpHOHA MWJIM TIOCTHATalbHAs CMEPTHOCTb), TMOpPUIHAS CTEPUIIBHOCTD
(HapylieHusi ramMeToreHe3a) MW paspylleHHe THOpUAOB (CHHXKEHHas KU3HECIIOCOOHOCTh
PEKOMOWHAHTOB WM CTEPUIBHOCTh TIOTOMKOB THOpUIOB). JlaHHBIE MEXaHHU3Mbl MOTYT

OrpaHU4YMBaTh WU MPEAOTBPALIAaTh ITOTOK T'CHOB MCKIY HOB006pa3y'IOH_II/IMI/IC$I BUaMHU.

CrankoBcku u PaBuner (2021) npoaHanu3upoBaiy BCE COBPEMEHHHBIC CYIIECTBYIOIIUE
B3IJISAbl Ha KOHUENIMIO BHUJ000pa3oBaHUS M MPEMIOKUIN (QOopMallbHOE OMIpeesieHne
«KOHTHHYYMa BUJ000pa30BaHUsA» WM BUI000pa30BaHUS B I€JIOM, OCHOBAaHHOE Ha Bapualuu
CTENEeHH PENpOAYKTUBHON H30JIALMU MEXIy MapaMu MHomynsuuid. PemponaykTuBHasi u3onsuus
BBICTYIIa€T B KauyeCTBE OJHOMEPHOIO IIOKAa3aTels, KOTOpPbIH OCHOBAaH Ha MOMYJSILIMOHHO-

T€HETUYECKOM TCOpHUU U MNPCAHAZHAYCH MUIA HU3MCPCHHA CHHUIKCHHA IIOTOKA TI'CHOB MCKAY
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NOMYJISALUSMHA BCIIEACTBUE YBeIHUYeHUs TeHetmueckux paszmmumii (Kobayashi and Telschow,

2011).

OanuM U3 BaXHEHWIIMX U Hanboyiee pacHpOCTPAHEHHBIX MEXAHM3MOB PEMPOAYKTUBHOM
M30JSIIMM Y MJICKONUTAIOIIUX SBIISETCS TUOpUAHAs CTepUWIbHOCTh. LluTomormyeckue u
MOJICKYJISIpHBIE MEXaHM3Mbl (HOPMUPOBAHHS TUOPUAHON CTEPHIIBHOCTH HA PAHHUX CTaIHIX
BHUJI000pa30BaHusl MOTYT Pa3IMyaThCsl Y BUJIOB C Pa3HbIM BPEMEHEM TMBEPIE€HLUH, IIPU 3TOM Y
OJIHOTO BHJIa CTENEHb CTEPUIBHOCTHM MOXET BapbUpPOBaTh B 3aBHCHUMOCTH OT IIOJIOBOM
MPUHAJISKHOCTU. [ MOpUIHAs CTEpUIBHOCTh MOXKET BO3HHKATh M3-3a TEHHOH, XPOMOCOMHOM U
TeHOMHOM HECOBMECTHMOCTH POAMTENbCKHX (OpM, UYTO 4Yalle BCEro OTpakaeTcs Ha

MMPOXOKACHUHN I'aMCTOIrCHE3a.

CnocoOHOCTh K TOJIOBOMY Pa3MHOXKEHUIO SIBIISETCS OJHUM M3 OCHOBHBIX MPHU3HAKOB
OonpMHCTBA 2YKapuoT. KiroueBoli 0COOEHHOCTBIO MOJOBOTO PAa3MHOKEHHUS SIBIISIETCS MEHO03,
CIECLMAJIM3UPOBAHHBI KIETOYHBIA ILMKJI, B KOTOpOM OaMH payHn pemmkannn JHK
IpPEIIECTBYET ABYM payHJaM CETperaluyd XpoMOCOM C 00pa30BaHUEM TaIlUIOMIHBIX ramer. Y
OOJIBIIMHCTBA OPraHU3MOB MEHOTHYEcKas Cerperamus XpOMOCOM 3aBHCUT OT CIIapUBaHUS,
CHHAIICHCa U KPOCCHHTOBEpa TOMOJIOTHYHBIX XpoMocoM B xoe nmpodassl | (Hunter, 2003; Handel
and Schimenti, 2010). B manHoii pabote OyayT pacCMOTPEHBI OCOOCHHOCTH CIIepMaTOreHe3a y

MpeCTaBUTENEH Kiacca MIIEKOUTAIOIINE C OCHOBHBIM aKIIEHTOM Ha COOBITHS CTaIUN MEH03a.

1.2 CnepmaTtoreHes

VYV MIIEKONHTAIOIINX CIEPMATOreHe3 — 3TO Tpolece (OPMHUPOBAHMS TaMeT y CaMIIOB,
KOTOPBI HAYWHAETCS B MEPHOJI MOJOBOTO CO3PEBAHMS M MOXKET JJIHTHCS BCE OCTABHOE BpEMs
*u3Hu. CriepMaToreHes MpoMCXOIUT B CEMEHHHUKAX, OpraHe, B KOTOPOM Pa3lIM4alOT HEe MEHee
CEMH THIIOB COMAaTHYECKHUX KJIETOK U HE MeHee 26 MOp(i)OJ'IOFI/ILIeCKI/I Pa3INIHBIX CTaI[I/Iﬁ IIOJIOBBIX
kierok (Hess and De Franca, 2008). B ciepmaTorenese BBIACISIOT TPH OCHOBHBIC (a3bl: (aza
nposnudepanun crnepMaToroHuii; (asa Meiiosa; u ¢aza crnepMHOreHe3a WM TEPMHHAIBHOI

T GepeHITMPOBKH.

da3za HpOJ'II/I(bepaHI/II/I 3aBUCUT OT NPUCYTCTBUSA CIICPMATOIOHUAJIBHBIX CTBOJIOBBIX KJICTOK
(CCK), koTOpBIE IPOUCXOIAT M3 TOHOIIMTOB M HEOOXOIMMBI JIJIS TOAEP)KAHMS ITyJia MOJTOBBIX
kieTok. Takxke oHu MOTYT nuddepeHIIPOBaTHCS B MPEIISCTBEHHUKOB criepMaroronuii. [lanee
MPOUCXOUT CEPUSI KIIETOYHBIX JICTICHUIA, B X0JIe KOTOPBIX 00pa3yroTCsl CIIEpMAaTOrOHUH Thma A, a
3atreM Tumna B — muddepennmpoBannsie cnepmatoroHuu. B xome 3Toro mporecca MeHsIETCS

KOMITAKTHU3alusg XpoMaThHa sapa. BHOCJ’IG,}ICTBI/II/I CIICpMAaTOrOHUM THIIA B JCIATCA Ha ABa
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NEPBUYHBIX JUIUIOUAHBIX CIIEPMATOUTa, KOTOphIe BeTymatoT B Meiio3 (De Rooij and Griswold,

2012).

B daze meiioza Bciencteue omgHoro paynaa permukanuu JJHK, 3a koTopeiM crieayroT aBa
KJICTOYHBIX JeJIeHUs, TUIOMAHOCTh YMEHbIIAeTcsl BABoe. Bo Bpems mepBoro aeneHusi Menosa
(peyKIIMOHHOTO) TOMOJIOTHYHBIC XPOMOCOMBI Pa3/ICISIFOTCS, U MIEPBUYHBIC CIICPMATOLMTHI TAI0T
HAYaJ0 TAaIJIOWIHBIM BTOPUYHBIM CIIEPMATONHMTAM. 3aTeM CJEIyeT BTOPOE JCIICHUE
(9KBAIIMOHHOE), B XOJ€ KOTOPOrO IPOUCXOIUT pa3lelieHue CECTPUHCKUX XPOMaTHMA, 4YTO
OPUBOIUT K OOpa30BaHMIO M3 BTOPUYHBIX CIEPMATOIMTOB Kpyriblx crnepmaTtua. Kpyribie
CIepMaTUIbl BCTYMAIOT B CIEPMHUOTEHE3, B XOJ€¢ KOTOPOTO OHHU IMPETEPIEBAIOT CEPUI0
Mop(doornueckux M (PyHKIMOHAIBHBIX H3MEHEHHH, B PE3yJabTaTe Yero o0pa3yroTcs 3pelibie
ciepmatosousl (Clermont, 1972). B yactHOCTH, y cliepMaTh/I POUCXOTUT 3aMeHa OOJIbITHHCTBA
TUCTOHOB CHayajla TMEepexXOJHbIMH OelKkaMu, a 3aTeM MpOTaMHHAMH, YTO CIIOCOOCTBYET

3HAYMTEIBHON KOMIIAKTH3AIMK XpoMaTrHa B sipe cepmatoszounios (Gold et al., 2018; Hao et al.,
2019).

B xome Meio3a TpPOMCXOOUT HE TOJBKO YMCHBIICHHE IUIOMJHOCTH, HO U OOMEH
TEHEeTUYECKUM MaTepHaioM MEXIy FOMOJOTHYHBIMU XpOMOCOMaMH BO BpeMs mpodassl . OTa
CTaJus Mei03a sIBIsieTCsl HanboJiee n3y4eHHON 1 HanOoJiee MPOIOJHKUTEIBHOM, TaK KAK OCHOBHBIE
nporiecchl mpodassl |1 00pa3zoBaHNe CHHANITOHEMHOTO KOMILIEKCA, BEIPABHUBAHUE U CHHATICHC,
peKOMOMHAIIUSA — SBIAIOTCS KPUTHUYECKHM BAKHBIMH JJII KOPPEKTHOTO TraMeTooOpa3zoBaHUs

(Handel and Schimenti, 2010; Gheldof et al., 2019).

[ToMUMO KJIETOK 3apOJBINICBON JIMHUH, B CEMEHHUKAX MIICKOMMTAIOIIMX COIEPIKATCS
CHEIHATM3UPOBAHHBIC THITHI COMAaTHYECKUX KJICTOK, KOTOPBIC MOIEPKUBAIOT CIIEPMATOTeHE3.
Tak, BHYTpH CEMCHHBIX KaHAJIBIIEB BMECTE C Pa3BHBAIOLIMMHKCS IOJIOBBIMH KJIETKAMHU TaKXKe
HaxomsaTcsl KieTku CepToiau. DTH KJIETKH C MOMOIIBI0 TUIOTHBIX MEXKKIETOYHBIX COCAMHEHHM
00pa3yloT TremMaTO-TeCTUKYJSAPHBIN Oaphep, KOTOPHIA OOecreuynBaeT HW30JUPOBAHHYIO Cperdy,
HEOOXOAUMYIO JIJISl Pa3BUTHs CIEPMATOIMTOB U criepMatui. [lomumo 3toro, kinetku Ceprosu
00eCTeurBaOT MapaKPUHHYIO MOIACPKKY JUISI BCEX THIIOB B3POCIBIX 3apOJIBIIICBBIX KJIETOK
(Skinner and Grisworld, 2005). B uatepcTuiinanbHOM TKAHH 3a MPEIeIaMi CEMEHHBIX KaHAIIbIICB
HaxomATcsl KieTku JleWaura, B KOTOPBIX CHHTE3MPYETCS TECTOCTEPOH, HEOOXOAMMBIH ISt
KOHTPOJISL CIIEpMaTOreHe3a, a TakKe JIPyrue COCIWHCHHS aHIPOTeHHOrO psaa W HeOOJbIIoe

KOJIMYECTBO KEHCKHX TOJIOBBIX ropMoHoB (Zhou et al., 2019).

[TponieccuBHbIE BOJHBI cCUHTE3a peTHHOeBOU KucioThl (PK) HempephlBHO CTUMYIHPYIOT

06p330BaHI/Ie CIICpMaToO30U 0B, BCJICACTBHUEC YETO Y MIICKOIIUTAIOINNX CIICPMATOICHE3 IPOUCXOINUT
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ACUHXPOHHO U B IOHAaAC OAHOBPCMCHHO IMPUCYTCTBYCT HCCKOJIBKO THUIIOB KJICTOK Ha PA3HBIX

cragusix cnepmarorenesa (Hogarth et al., 2015).

1.3 BeryniieHue KJeTKH 3apo/ibIleBoro myTu B ¢azy Meiioza

[Tporpamma BCTyIJICHHSI TaMEThI B MEH03, Kak M MPOX0XkIeHHE (Pa3bl Meii03a 3aBHUCUT OT
nojia ’MOproHa. bbuTo TTOKa3aHo, YTO BCTYIUICHUE 3apO/IBIIICBON KIIETOYHOH MOIYJISIIUU B MEHO3
y MBIIICH PEryIHpyeTcs MOBBIIICHUEM YPOBHS PETUHOCBOM KUCIIOTHI, MHUIIMAIUECH YKCIIPECCHU
Stra8 u mognepxxuBaercs skcnpeccuent Strad ot ceperHbI MPEeNenTOTEHbI 10 PAHHEH JeTOTEHBI
(Lin et al., 2008; Endo et al., 2015). Oanako nyTH MHUIIMAIIMA MEi03a Pa3IMYHBI Y CAMIIOB M
camok. Tak, B SMYHMKaX HSMOpPHOHA PETUHOEBAs KHCJIOTa HENOCPEICTBEHHO WHAYIHPYET
IKcIpeccHio Stra8 m BCTyIUICHHE MOJIOBBIX KJIETOK B Mei03. Y caMIoB peryisinus (as3pl Hadana
Meio3a Oosiee KOMIUICKCHas. B cemeHHHMKax sMOpmoHa 3kcmpeccus Stra8 wmumynmpyercs 6e3
y4acTusi PETHHOEBOM KHCIOTHI, TaK Kak B KkieTkax Ceproyi 3Kcrmpeccupyercs (EepMEeHT,
paznararomuii peruaonasl, CYP26B1 (wren cemeiictBa nurtoxpoma P450) (Baltus et al., 2006;
Anderson et al., 2008). Bsio mokazano, uro STRAS B KadecTBe TPaAaHCKPHUIIIHOHHOTO (hakTopa
CBSI3BIBACTCS C IIOMOTOPAMH MHOTHX T'€HOB, B PE3yJIbTaTe YErO B MPEJICITOTCHE aKTUBHPYIOTCS
okoji0 1351 renos (Kojima et al., 2019). Onnako STRAS He criocoOeH HHAYIIHPOBATH MEHO3 caM
no cebe: Tak, STRAS8 skcnpeccupyercsi, HO Meil03 HE HAUMHAETCS B paHHUX CIEPMATOTOHMSIX
tuma A (Zhou et al., 2008). B perynsiuu HHAIHAIMN MEH03a C TIOMOIIBIO PETHHOEBOH KHUCIIOTHI
y camIioB yuactByeT Dazl, koTopslii MOXeT JaeiicTBOBaTh paHbiie Stra8 B 3TOM peryssiTopHOM
nytu (Lin et al., 2008). Takum 0Opa3oM, y caMIlOB BXOX/ICHHUE MOJOBOW KICTKH B MEHO3 MMEET

CJIO)KHYIO MHOTOKOMITOHCHTHYIO PETYJISALIUIO.

[Tporpeccust Meiio3a y caMIlOB M CAaMOK UMEET KapJIUHAJIbHOE Pa3jIMuue B TOM, B KaKOM
NIEPUO]T OHTOT€HE3a 0COOM OHA MTPOUCXOIUT. Y CaMOK MEH03 HAauMHAETCS B TICPHO]] SMOPHOTeHE3a
B 3apOJIBINIEBBIX KJIETKaX M OCTaHaBJIMBaeTCs Ha craguu aurutotensl (Borum, 1961). Ilocne
POXJICHUS JKUBOTHOTO MEi03 BO30OHOBJISIETCS, OJTHAKO CHOBA OCTAHABJIMBACTCS y)KE HA CTaTUH
metadasbl |l u 3aBepmaercs Tosbko mocie omiogorBopenus (lwamatsu and Chang, 1972). V
SMOPHOHOB-CAMIIOB, HAIIPOTHB, (aza Meio3a B raMeTax HaUMHACTCS TOCIE TIOJIOBOTO CO3PEBAHMS

0co0u, pH 3TOM CriepMaTorenes AmuTcs 10 Koumna sku3uu (Western et al., 2008).

1.4 OcHoBHbIe cOObITHS (pa3bl Meiio3a

B pe3ynbTaTe Meito3a 3a JBa MOCIEIOBATENbHBIX ICJICHUS U3 OJHOW TUIUIOUIHON KIETKH
oOpa3yercs yeThIpe TrarmonaHbIX. Kaxkaoe U3 JejeHuii, B CBOIO OYepelb, COCTOMT U3 YEThIPEX

cTaauil: npodasa, meradasa, anagaza u tenodasa. [Ipodasa I —Hanbonee nponomxurensHas dasa
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Me€03a, B X0J€ KOTOPOU BBIAENSIOT S MOACTAINI: JIENTOTEHA, 3UTOTEHA, TAXUTEHA, TUILUIOTEHA U
nuakuaes. B mpodasze | mpoucxoaut dopmupoBanue cunantoHemMHoro komiuiekca (CK). Orto
Meio3-criennuIHas BBICOKOMOJIEKYJISIpHAsi O€NKOBasi CTPYKTypa, 00ECIeUunBaroas CHHAIICHC
TOMOJIOTHYHBIX XpoMocoM. B cocraB CK BXonsT nBa JaTepalibHBIX 3JIEMEHTA, COCTOSIINE U3
oenkoB SYCP2 u SYCP3, u neHtpaibHblii 35eMeHT, cocrosmmii u3 6enkoB SYCP1, TEX12,
SYCEL, SYCE2 u SYCES. IlocnenoBaTenbHbIe 3Talbl CHHAIICKCA CITy>KAaT MapKepaMu MOICTaAuN
npodasel | wmeiioza. dopmupoBanue narepaibHbIXx 37emeHToB CK B X0ne cmapuBaHus
CECTPHHCKHMX XpOMATHJ HA4YMHAeTCS Ha CTaJWW JIENTOTCHBI, B 3UTOTCHE IPOHMCXOJIHT
¢dopmupoBanue 1eHTpanbHoro sementa CK, KOoTopslii coearHAET TOMOJIOTHYHBIE XPOMOCOMBI
(Zickler and Kleckner, 1999). K cepenune maxutensl (opmupoBanne CK wu cuHarncuc
3aBepmaroTcs; B quiuiorene CK aenonmmepusyeTcs u MPOUCXOIUT JISCUHAIICUC. JTH TPOIECCHI
NPOCTPAHCTBEHHO  CBSI3aHBl C  COOBITHSIMH ~ PEKOMOWHAIIMM, KOTOpas  MHHIUUPYETCS

dbopmupoBanreM IByHUTEBBIX pa3pbiBoB JJHK.

Ha craguu nentorensl npoucxoaut ¢popMupoBaHue IByHUTEBbIX pa3pbiBoB JIHK B Tak
Ha3bIBAEMBIX TOPAYMX TOUKax pekoMOuHanuu. Jto yyactku JJHK nporsxkenHocThio 1-2 T.ILH. €
BBICOKOM 4acTOTOH (OpMHpPOBAHMS JBYHUTEBBIX pa3pbIBOB, OKPY)KEHHbIE paloHaMu
NPOTSDKEHHOCTHIO HECKOJIBKO JIECSATKOB T.I.LH. C TIOHM)KEHHOM YacTOTOW (hopMUpOBaHUS

JBYHUTEBBIX pa3pbiBoB (Baudat et al., 2010; Myers et al., 2010; Parvanov et al., 2010).

[ToaroroBka xpomatuHa K (DOPMHUPOBAHMIO JBYHUTEBBIX Pa3pbIBOB Yy OOJBIIMHCTBA
MJIEKOTIMTAIOIIUX HAYUHAETCS C TOTO, YTO TOMEH [IMHKOBBIX nanblieB 0enka PRDM9 cssbiBaeTcs
¢ noaxomsamum mMotuBoM JIHK (Billings et al., 2013). C nmomorisio joMeHa, 00eceunBaroIero
MeTmiITpaHcepasHyto aktTuBHOcTb, PRDM9 tpumerunupyer ructon H3 no 4 u 36 nusuny B
Onu3IeKaIUX HYKJI€0COMaX, YTO MPUBOIUT K peOpraHU3alMy JIOKaJIbHOU CTPYKTYpBI XpOMaTHHA
U CO3/1aeT MPOCTPAHCTBO, CBOOOAHOE OT HykieocoM (Baker et al., 2014; Powers et al., 2016). Drta
cBOOOJHAS TUIOIMIAZKAa HEOOXOAMMa JUIS TIOCAJAKH OCHOBHOTO YYacTHHKA (HOpMUPOBAHHS
JIBYLIENIOYEUHBIX pa3pbiBOB — dHAOHYKIea3sl SPOL11. PaiioHbl XxpomaruHa, comepikKamue aBe
meTmiibHble MeTku H3K4me3 u H3K36me3, npuBnekaroT 5SHIOHYKIEa3y. DBOJIOIHUOHHO
koHcepBaTHBHBIN Oenok SPO11 «pa3pesaer» nBynenodeunyro JJHK (Keeney et al., 1997), uro
AKTUBUPYET MOJICKYJISIPHBI MEXaHHM3M perapanny IBYHUTEBBIX Pa3pbIBOB, B IIPOIIECCE KOTOPOTO
kuHa3el ATM u ATR dochopunupyror rucror H2A. X o cepuny 139 (YH2A.X) (Ward and Chen,
2001). Taxke mnpoucxomut aktuBauus Hykineassl MREI1 B cocraBe kommiekca MRN,
00J1aJaf0Iero 3K30- U YHJA0HYKJIEa3HOH aKTUBHOCTHIO, KOTOPBIN CO3/1a€T OAHOLIETIOYHbIE KOHIIBI
JIHK B mecte paspeiBa (Borde, 2007). OmHOHMTEBBIE YYaCTKH 3alUINACT OT JerpaIalliu

oenkoBbIi KoMIuiekec RPA.
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BwMmecTe ¢ 3THM MPOUCXOIUT BHIPABHUBAHUE XPOMOCOM, YTO HEOOXOIUMO ISl penaparun
nByHUTEBbIX paspbiBoB JIHK no myru romosornyHoi pexomOuHaumu. PopMupyercss Tak
Ha3bIBAEMBI  «XPOMOCOMHBIH OYKET» — BBICOKOKOHCEPBATUBHAS CTPYKTypa — IIyTeM
NPUKPEIUICHUST M KIacTepH3allMd TeIoMep Ha saepHoit obomouke (Scherthan, 2001). V
MIIeKonUTaomux B Kiacrepuzanuu Teaomep yuactByer UNC84A (SUNI1). Jenerms UncB84a
NPUBOIUT K HApYyHICHUIO (HOPMUPOBAHHS «OYyKETa» U TOMOJOTHYHOTO CHHAICUCA, YTO, B CBOIO

ouepeib, IPUBOINT K CTEPHILHOCTH y 000ux mojoB (Ding et al., 2007).

Ha craguum 3uroteHsl NOpOUCXOAWT HHBa3us onHoHHTEeBoro yvactka JHK B
TOMOJIOTHUHYIO Xpomocomy u (opmupoBanue D-nernu (Puc. 1) ¢ momomipio romMoioroB
OakrepuanbHOi pexomOuHa3el A (recCA) RADS1 u DMCI, kotopeie 3amemaror RPA u Bxoast B
COCTaB paHHUX PEKOMOMHAIIMOHHBIX y3enkoB (Tarsounas et al., 1999). DMC1 u RADS51, xotopsie
Y4acTBYIOT B TOMOJIOTHYHON pPEKOMOWHAIMOHHON pernapainuu JBYHUTEBBIX pa3pbiBoB JIHK,
COCTaBIISIIOT HanOoJiee KOHCEPBATUBHYIO TPYNIY OEIKOB MEHOTHYECKOW pPEKOMOWHAIMH. DTO
CBSI3aHO C TEM, YTO ITyTh TOMOJIOTUYHOW PEKOMOHMHAIIUH IIOMHMO MEH03a aKTUBHO HCITOJIB3YETCS
B MHUTO3€ KaK OJMH M3 BaKHEHmMx mnyTedl BoccraHoBienusi mnoBpexnaenuit JIHK y Bcex

OYKAPpUOTUYCCKUX OPTaHNU3MOB.

Taxke Ha 3TOM CTagUU K MECTy penapanud JABYHHTEBBIX Pa3pbIBOB NPUXOIUT MEHO3-
cnenuduynapii  OenmkoBbli  koMruiekc MSH4-MSHS  (Puc. 1), KOTOpbIii CBSI3BIBaeT W
CTaOMIM3HPYET MPOMEKYTOUYHOE PEKOMOMHAHTHOE COETMHEHNE — TBOWHYIO CTPYKTYPY XOJITH e
(Holliday, 1964) — Bo3Hukaroiee mpu WHBa3uu oaHolenodeunoro yuacrka JJHK (Borner et al.,
2004; Snowden et al.,, 2004). Paspemienune CcTpPyKTyp XOJUIHAES OCYHIISCTBISCTCS I10

KPOCCOBEpPHOMY WM HekpoccoBepuomy myTu (Cromie and Smith, 2007).

Ha cragum maxuTeHbl KOMIUIEKC OEJIKOB MHCC-MaTd penapanud, B COCTaB KOTOPOTO
BxozaT MLH1 u MLH3, 3aBepaer penapanuto 1ByHuTeBBIX pa3pbiBoB JJHK nmo kpoccoBepromy
nytu (Puc. 1) (Guillon et al., 2005). B kpoccoBepHbIX caiiTaXx IPOUCXOAUT OOMEH IeHETHUECKON
uHpOpManrell MeXIy TOMOJIOTHYHBIMH XpOMOCOMaMH W (OpPMHUpPOBaHHME XHa3M Ha CTaIHd
JUIUIOTEHBl. BBIJIO TOKa3aHO, YTO XMa3Mbl 00ECHEUMBAIOT COEAMHEHHE U MEXaHHUYECKOe
HaTsDKEHHE TOMOJIOTOB B ITPOIECCe MEHOTHYECKOTo JENIEHUs; ClIe0BAaTEeNbHO, Al KOPPEKTHOM

cerperamuu HeoOX0IMMO, TT0 MEHBIIIEH Mepe, 0JTHO KpoccoBepHoe cobbiTie Ha OuBasieHt (Cole et

al., 2012).
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Jlenmomena

[ByHUTEBOW pa3pbiB
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Pucynok 1. Cxemaruueckoe H300paxkeHHe roOMOJIIOTHYHOM pekomOuHaimu (Baudat and

Massy, 2007, ¢ ©3MEHEHHUSIMH).
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2 PoJib reHeTHYEeCKUX U KAPUOTUNINYEeCKUX GaKTOPOB B (POPMUPOBAHUM THOPUTHOM

CTEPUJIBHOCTH

2.1 Poub cucTeM KOHTPOJBHBIX TOYeK Meiio3a B (opMuUpoOBaHHM THOPHIHOM
CTepPUJIbHOCTH

HapymieHust peKOMOHHAIIMN ¥ CHHATICHCA MOTYT NPUBOANTH K BOSHUKHOBEHHUIO MYyTalldii
de novo u popmuposanuto aneyrtongHbix ramet (Page and Hawley, 2003; Nagaoka et al., 2012).
Jlnst mpeoTBpAIlEHHsT TTOA00HBIX TOCIIEACTBHI CYIIECTBYIOT CHCTEMbI KOHTPOJIbHBIX TOYEK,
KOTOPBIE MTO3BOJISIOT YCTPAHSTD «HEPaBUIIbHBIEY» MEHOIUTHI. [Ipemonaraercs, 4To CyIecTBYET,
0 KpalHed Mepe, 1Ba MOJCKYISIPHBIX MEXaHH3Ma, KOTOpPbIE KOHTPOJHPYIOT ITOBEICHHE
XPOMOCOMBI B MEHO03€ y PA3IMYHBIX dYKAPHOTHYECKMX OPraHM3MOB: OJMH ITyTh KOHTPOJIUPYET
KOPPEKTHOCTh IPOXOKICHUS PEKOMOWHAIIMK, a JPYro — 3aBEpINEHHOCTh CHHArcuca. Y
MIIEKOITUTAIOIIMX ATH MyTH OOBEAMHAET MOJIEKYISAPHBIA MEXaHU3M KOHTPOJIHMPYIOIIEH CHCTEMBI
«checkpointsy na craguu maxurtensl (Li et al., 2009). ITpoTsykeHHBIE y4acTKH acHHAIICHCA
AKTHBUPYIOT JaHHBIM MEXaHW3M M IOABEPralTCs TPaHCKpUNIUMOHHONW uHakTuBanuun (MSUC,

meiotic silencing of unpaired chromatin) (Turner et al., 2006).

C momouipo METo1a IMMYHOJIOKAJIM3ALUU KITI04eBbIX OenkoB meiio3a SYCP3, yH2A X,
RADS51 B ciepMaTonuTax ObLJIO MOKAa3aHO BIMSHUE MyTallUi Ha ()EHOTHUIT )KUBOTHOTO, KOTOPHIE
MPUBOJIAT K HAPYIICHHUSIM CHHAIICUCA U peKOMOMHAIMK Ha ctaguu npodassl [ y mermeit (Tabnuna

1).

[Ipouecc dochopunupoanuss H2A. X npoxoaut B aBe craauu. B xoae mepBoil BOIHBL,
KOTOpasi MPOXOJUT Ha CTA/IUU JIENTOTEHBI-3UTOTEeHBI, (HOCPOPUITUPOBAHKUE PACTIPOCTPAHIETCS Ha
BCE aCMHANTHPOBAHHBIE YUACTKH XPOMOCOM, TJI€ PACIIOJIOKEHBI HEpEeNapUPOBAHHbBIE IBYHUTECBBIC
pa3pbIBhIL. JIByHUTEBBIE pa3pbIBhI Ciyxat Tpurrepom aktuBanuu PI3K-monobusix kunaz ATR u
ATM, xotopsie dochopunupyroT ructon H2A. X no 139 cepuny, 4TO NPUBOJUT K aKTHBAIIUU
BRCA1 (6enok mpeapacroyioxKeHHOCTH K paKy MOJOYHOW Kelle3bl | Tuma, SIBISIETCS YacThIO
KOMIUIEKCa, KOTOPBIM y4acTBYeT B pemnapamnuu JByHUTEBbIX pa3pbiBoB JIHK), xommaktuzanuu
XpoMmaTuHa U nojasienuto Tpanckpuniu (Turner et al., 2004; Turner, 2007; Daniel et al., 2011;
Biswas et al., 2013). OaHOBpEMEHHO C YBEJIMYCHHUEM MPOIEHTA CHHAITHPOBAHHBIX XPOMOCOM
niepBasi BorHa (ochopuaupoBaHus WiaeT Ha crajn. B HopMe, BTOpas BoiaHa (GochopriinpoBaHus
HAUMHACTCS HA CTAJIUM 3UTOTECHBI-IAXUTEHBI U 3aTparuBaeT Toybko X- u Y-xpomocomsi (Turner,

2015).
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Tabmuua 1. MyranTHble (DEHOTHUIIBI MBI, CBS3aHHBIE C HAPYIICHUSMH CHHAIICHCA,

pexomOunanuu u cerperaiuu (Handel and Schimenti, 2010).

JlenToTena 3urorenal/llaxutena Ilaxurena [Taxurenal/ umioreHa
OtcyrcTBue i  MHOKECTBEHHBIN Hanuuune Pannuii necunancuc
CHUKEHUE ACUHAIICUC acuHarcuca 0
TCYTCTBUE XHa3M
bocopummpos Bboubmioe Hamuune RADS1 u
anus YH2A.X SENEE
KOJIMYECTBO YH2A. X Ha
YHUBAJIEHTOB B
OtcytcTBHE curHaioB RADSI u ayrocomax meradase |
RADS51 YH2A.X o
TCYTCTBUE W
=) OrcraBanue
= OtcytcTBHE WM HapylleHue
g xpomocoM B aHadase |
= HapyllIeHHUE dbopMupoBaHus
S (dhopMupoBaHHSI MIOJIOBOTO My3bIPbKa
=
E MI0JIOBOTO ITY3bIPbKa Hapymenue
= YIIAKOBKH
‘a XpOMaTrHa W
S KOT'€3MH XPOMOCOM
He nmpoucxomur Hapymena Hapymena He MIPOUCXOUT
WU HapyLIeHO perapanus penaparus KPOCCHUHTOBEP
dbopMupoBaHHE  JIBYHHUTEBBIX JIBYHUTEBBIX Hapymesa  Koresus
JIBYHUTEBBIX pa3phIBOB pa3phIBOB KHHETOXODA
pa3pbIBOB
Hapymeno Hapymeno Hapymerus
OtcyrcTBUE ¢dopmupoBanne CK  popmupoBanue CK
KJIETOYHOTO ITMKJIa
pexoMOuHaL1K Hapymenus Hapymenus
Py Py Hapymiena mucc-maru
KJIETOYHOTO IHKJIa KJIETOYHOTO ITHKJIa
penaparus
Hapymiena kore3us Hesagepiennas
3 Halv)ymeHa TOMOJIOTHYHAas
= MeHoTHYeCKas penapanus
2 WHaKTUBAIUS
é‘ MTOJIOBBIX XPOMOCOM
Meil, Spoll Cdk2, Dmcl, Fkbp6, Cpeb, H2afx, Smclb, Ccnal, HeilO, Dmrt7,
Hop2, Msh4, Msh5, Tex11, Tripl3 Exol, Hspa2, Mihl,
Piwi2, Prdm9, Recs8, MIh3
2 Sycel, Syce2, Sycpl,
et Sycp2, Sycp3

Meitotnueckuii caitiencuHr mojoBbix XpomocoM (MSCI, meiotic sex chromosome
silencing) sSIBII€TCS YaCTHBIM CITy4aeM MEXaHW3Ma HHAKTUBAIIMN ACHHATITUPOBAHHBIX YYaCTKOB B
Xolle Meio3a y caMIlOB MJIEKOMHUTaImuX. Bo BpeMs meloTudeckoi mpodassl | y camiion
MJIEKOMUTAIOMUX XpOMOCOMBI X M Y CHHANTUPYIOT TOJBKO B IICEBJ0AyTOCOMOM paiioHE
(Burgoyne, 1982). B Hopme acuHancuc 00JIbIIeii 4acTH MOJOBBIX XPOMOCOM 3aITyCKAET MEXaHH3M

TpaHCKpUIIIMOHHOTO caiiencunra (Turner, 2015). MexaHu3M caiiJieHCHHTa BKIIIOYAeT B ceOsl Te
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7K€ MOJIEKYJIIPHBIE KOMIIOHEHTBI, 4TO U B ClIy4ae ¢ MEMOTUYECKON MHAKTUBALUEH HECIIAPEHHOIO
xpomaruHa: 6enok BRCAL, koTOpbIii HaxoauTcss B aCHHANTUPOBAHHBIX paiOHAX IOJIOBBIX
xpomocoM, ipuBiekaet kuaazy ATR, koropas pochopumupyer H2A. X o 139 cepuny. Paznuuune
COCTOUT B TOM, YTO 3aT€M aCHHANTHPOBAHHBIC PAHOHBI MOJIBEPTAIOTCS CEPUU JTOTIOTHUTEIBHBIX
TUCTOHOBBIX MOJTUGPUKALNUNA: TMPOUCXOIUT YOUKBUTHHHpOBaHUE ructoHa H2A (bopmmpyercs
UH2A), numerunupoBanue rucroHa H3 mo 9 nusuny. Bbulo mokaszaHo, 4To MOAJEp)KaHHE U
YCUJICHUE CAMJICHCUHTA MOJIOBBIX XPOMOCOM HE 3aBHCHUT OT HAJIMYMs JIBYHUTEBBIX Pa3phIBOB, TaK
KaK BCE pa3pbIBbI Ha X-XpOMOCOME pernapupyrores kK cepenune maxurensl (Ashley et al., 1995;
Moens et al., 1997; Tarsounas et al., 1999). B pesymbrare QopMUpyeTcss IUIOTHBIN
reTepOXPOMATHHOBBIN TMOJIOBOM My3bIpek Ha nepudepun kierku (Handel, 2004; Turner et al.,
2006). ITpeamomnaraercst, 4TO B X0/I¢ MPOIIECCa MEHOTHYECKOTO CaHICHCHHTA ITOJIOBBIX XPOMOCOM
TIOJIABJISICTCS] TPAHCKPHITLIUS «ICTAIBHBIX TCHOB MAaXUTEHBI», PACIIONIOKECHHBIX Ha Y-XpOMOCOME
(Royo et al., 2010; Waters and Ruiz-Herrera, 2020). BeposTHO, HECIIOCOOHOCTh HHAKTHBUPOBATH
MIOJIOBBIE XPOMOCOMBI B MeEH03€ y CaMIOB MOXET MPHUBOAWTH K AaKTUBAIMM B ITaXUTCHE
«JICTaJbHBIX TEHOBY, SKCIPECCHU MOOMJIBHBIX T€HETUYCCKHX AJIEMEHTOB, 8 TAKXKE K JICTCKIUH
HApYIICHHUS CUCTEMbI YITAKOBKH XPOMAaTHHA IOJIOBBIX XPOMOCOM €Ill¢ HE OMMMCAHHOW CHCTEMOMN
KJIETOYHBIX CEHCOpPOB. Bce 3T0, B CBOIO oOdepenb, MOXKET BBI3BATh aloNTo3 Je(EKTHBIX

cniepmatoruros (Turner, 2007).

B cnydae, korma B KIETKE OCTaeTcss 3HAYUTENBHOE YHCIO HEpernaprupOBaHHBIX
JIBYHUTEBBIX Pa3pbIBOB U OOIIMPHBIE YUYACTKU aCHHAIICHCA ayTOCOM, OHH TaK K€ MOJBEPraroTcs
dochopmmpoannro H2A B xome Bropoi BomHBI. [Ipenmonaraercs, 4To TpaHCKPUIITHOHHAS
WHAKTHBAIINS T€HOB, HEOOXOINMBIX ISl TPOTPECCHU MEH03a, MOXKET MPUBOJIUTH K €T0 OCTaHOBKE,
4TO 3aIycKaeT npoiiecc kinertodnoi rudenu (Turner et al., 2005). CornacHo «MOeH TOI0JaHUs,
MEHOTUYECKUI CalJICHCHHT OOJIBIIIOTO YKCIIa aCHHANITHPOBAHHBIX YYACTKOB OTTITHUBAET OOJBIIOE
KOJINYECTBO OEJIKOB, HEOOXOAMMBIX Ui KOPPEKTHOW YITAKOBKH IIOJIOBBIX XPOMOCOM, YTO
NpUBOIUT K MeioTrmueckomy apecty (Turner, 2007). OGe Moaenu BKIIIOYAIOT B Ce0sI CXOXKHUE

MOJICKYJIAPHBIC ITYTU U MOTYT COO6IJ_[3. BJIMATH HA MPOXOKACHUC Melo3a.

Pannue craguu BUI000pa30BaHUS MOTYT CONPOBOXKAATHCS PA3TUYHBIMU HAPYIIECHUSIMU
CHHAIICHCA ¥ pEKOMOWHAIIMH XPOMOCOM, KOTOPBIE BIIUSIOT HA CTENICHb (DePTHILHOCTH THOPUTHBIX
ocobeit. HexoppekTHast penapaliisi JByHUTEBBIX Pa3pbIBOB MOXKET IMPUBOINTH KaK K ITO/IaBJICHUIO
peKoMOMHaLMU, Tak M K acuHamncucy xpomocoMm (Brown and O’Neill, 2010). Hapymenus
peKOMOMHAMU M OOpa3oBaHMs XWA3M MOTYT MPHUBOJAUTH K HApYyIIEHUSM Cerperaiuu,

(bopMUpPOBaHUIO HeCOATAHCUPOBAHHBIX raMeT M cHWKeHHIo (eprmipHocTH (Page and Hawley,



24

2003; Hassold et al., 2007). /lanHble HapyIIeHUs MOTYT BO3HHKATh BCIICJCTBHE I'€HETHUYECKOM

JTUBEPTEHIIUU Y THOPHJIOB.

2.2 Posib reHeTHYECKOM TUBePreH U B GOPMHUPOBAHNH ITMOPUIHOM CTEPUIBLHOCTH

I'eHeTHyeckass HECOBMECTUMOCTbL MOMKET OBITh 06YCJ'IOBJ'IeHa HECOBMECTUMOCTBIO
AJUICJIBHBIX BAapHWMAaHTOB OJHOI'O0 HMJIM HECKOJBKHX I'CHOB, HOTepCfI TOMOJIOTHH HYKJICOTHUAHBIX
HOCHeHOBaTeHBHOCTeﬁ, a TaKXeE ((HepeTaCOBKOﬁ>> TCHCTUYCCKOIO MaTtepuajla BCICACTBUC
BO3HHUKHOBCHHUA XPOMOCOMHBIX IICPECTPOCK. B mnacrosmee BpEMsA BCC OoJiblllce BHHMAaHHUE

yJIeNIAETCs TIOUCKY T€HOB, OTBETCTBEHHBIX 33 (POPMHUPOBAHNE THOPUIHON CTEPUIHLHOCTH.

['eHOMHasT HECOBMECTHMMOCTh Y T€TEPO3UTOTHBIX THOPUIOB BO3HUKAET B PE3yJbTaTE
SMUCTATHUYECKUX B3aMMOJCHCTBHI Mexay AByMms (kinaccuyeckas mopens JloOpskaHckoro-
Meiiepa) win HeckoJIbkuMu ajutessimu renoB (Bateson, 1909; Dobzhansky, 1937; Muller, 1942).
CormacHo  coBpeMeHHON  Bepcun  Mmonenu  JloOpskaHckoro-Memiepa — TeHETHYECKast
HECOBMECTUMOCTh MOKET (POPMHUPOBATHCS B ABYX IBOJIIOIIMOHHBIX ClieHapusx. B ciiydae «otepu
GyHKIMMY»  TUBEPTUPOBABIIME aJUIETH  CTAHOBSATCS HE CHOCOOHBIMU  (DYHKIIMOHAJIBHO
B3aUMOJICCTBOBaTh. BO BTOpOM cllydyae MYTHPOBABIIMK aJljIesib yCTaHABIMBAET HOBOE
B3aUMOJICHCTBUE C APYTUM ajlielieM, paHee OTCYTCTBOBABIIMM B POJIUTEIHCKON MOIMYJISIINHI, YTO
MPUBOJUT K COCTOSHUIO «ycwieHue (yHKuuu». Ecnu amnmenu ydacTBYIOT B (OPMUPOBAHUU

perOHYKTHBHOﬁ N30JIA0UH, TO UX OIIPECACIIAIOT, KaK I'CHbI l"PI6pPII[HOfI CTCPUIILHOCTH.

EnvHudHbie TEHB THOPHIHOW  CTEPHIIBHOCTH  ObUTM  HISHTH()UIIUPOBAHBI |
OXapaKTepPH30BaHbl C TOYKU 3peHus ux MmosekyispHou ¢ynkuuu (Maheshwari and Barbash,
2011). 13 BBISBICHHBIX K HACTOSIIIEMY MOMEHTY I'€HOB MHOTHE MPEANONIOKHUTEIBHO YIACTBYIOT
B TPAHCKPUIIIIMOHHON WM TpaHCISUMOHHOHN perynsuuu. Tak, y aposxokeit renst AEP2, OLI1
NpUHUMAIOT y4dactue B peryisimu Tpanciasuun (Lee et al., 2008); y nposodwmisr ren Ods
peryaupyeT IeKOHICHCAIIMIO TeTepoXpoMaTHHOBEIX paiionoB (Bayes and Malik, 2009), a renbt
Agt, Tafl u Ovd koxupyror JIHK-cesi3piBaromue momensl (Phadnis and Orr, 2009; Liénard et al.,
2016); y mpimm npoaykT rena Prdm9 yuactByer B MoguQUKaUK XpOMAaTHHA B TOPSYUX TOUKAX
PEKOMOWHAIINY, OTKPBIBasi MocTym sl Tormom3omepassl SPO11, mpomsBoasieil ABYHUTEBEIE

pa3phIBbI Ha paHHUX cTaausax npodassl | meiiosza (Mihola et al., 2009).

Jns muexormuraomux ¢ PRDM9-3aBucMbIM MeXaHU3MOM aKTHBAIMHM PEKOMOWHAIIUU
XapakTepHa OBICTpast KOIBOIIOIMS MOTHBOB TOPSYHUX TOUEK peKkoMOMHaImu u qomenoB PRDM9
(Oliver et al., 2009). Mexanu3m penapainuy ABYHUTEBBIX Pa3pbIBOB MPEIOIaraeT BHIPOXKICHHIE
(9p0O3HI0) MOTHBOB TOPSIYMX TOYEK BCIICJCTBUEC T€HHON KOHBEPCUU, IIPUBOJISIIEH K TOBBIIICHHON

JaCcTOTC 3aMCH FH . HpI/I 9TOM YPOBCHb pCKOM6I/IHaI_II/II/I B IIpcJciiax BuJia OCTacTCd IOCTOSAHHBIM,
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YTO TOJYYMIO HaA3BAaHUE «IAPAJOKC TOPSYUX TOUYCK PEKOMOWHAIUK». BbICOKas CKOpPOCTh
OBOJIOIMM  TOPSYMX  TOYEK  PEKOMOMHAIIMM  TOATBEPKIACTCS  HMCCIICIOBAHUSIMU
PEKOMOMHAIIMOHHBIX KapT BBICOKOI'O pa3pelneHus denoBeka u mmmmanse (Auton et al., 2012).
[TosiBneHHE 1 MCYE3HOBEHUE TOPSYUX TOUEK PEKOMOUHAIIMN OOYCIOBICHO OBICTPOH 3BOFOIIMEH
PRDM9, uto 6s110 nokazano Ha Mbimax (Davies et al., 2016; Smagulova et al., 2016) u yenoBeke
(Lesecque et al., 2014). IIpeamonaraercs, 4TO AaBJICHUE YBOJIIOIIMOHHOTO 0TOOPA MOICPKUBACT
MUPOKYHo Bapuanuio ajuieneir PRDM9 y maorux BuaoB. [1pu aTom cienuduyaHOe 1Sl rarioTUIIa
cBsizpiBane PRDM9 HampaBisieT CMEIICHHYIO T'€HHYI) KOHBEPCHIO B TOPSYMX TOYKAX, YTO
npuBoaMT K ux 3po3un (Baker et al., 2015). Eciu nonysisiiiuu HaXoATCsI B M30JISIMH JTOCTATOYHO
JUTATENIbHOE BpeMsi, TO auddepeHnnanbaas 3po3us MOTUBOB TOPSIYUX TOUEK PECKOMOMHAIINU B
Pa3HBIX JIMHKUSX C pa3HbIMK ajuieisaMu rena Prdm9 npuBener k aCHMMETPUYHOMY paciipeeICHUIO
JIBYHUTEBBIX Pa3pbIBOB 10 TOMOJIOTUYHBIM XpomMocomaM y TuOpuaoB. Iloka3aHo, 4ro Ha
pernapanmo TaKux aCHMMETPUYHBIX Pa3phIBOB KIIETKE TPeOyeTCs 00JIbIlIe BPDEMEHH, YTO IIPUBOIUT
K CEPbE3HBIM HAPYIICHUSM TOMOJIOTMYHOIO CHHAIICKCA M, B KOHCYHOM HTOIE, K CTEPUIBHOCTH
rubpuaos (Davies et al., 2016; Smagulova et al., 2016). V niozeii HEKOTOpPbIE TOYCUHBIC MYTAIIMN

B PRDM9 accorumposansi ¢ azoocnepmueii (Miyamoto et al., 2008; Irie et al., 2009).

[To3xe, ogHako OBUIO MOKAa3aHO, YTO HEKOTOpble Prdm9—/— Meblmud cO CMEIIaHHBIM
TEHETHYECKUM (OHOM MOTYT OBITH (DEPTHIIBHBI, YTO TOBOPHT O OJMIOICHHOM MEXaHHU3ME
perymsinuu dpeprunsHocTd (Mihola et al., 2019). Taxske ObLT OMyONIMKOBaH Cay4ail pepTUILHOCTH
JKEHILIHBI, KOTOPasi SBJISUIaCh TOMO3UTOTOM Mo HOoKayTHOMY amtento Prdm9 (Narasimhan et al.,
2016) u caMKM MBI, Y KOTOPOW B OTCyTCTBHE pabotaromux amienedi Prdm9 um Chk2
3HAYUTENILHO CHU3WJIACh CTEIEHb HapyIlleHui cuHarcuca B oorurax (Powers et al., 2020). Ipu
ynanenun Chk2 u3 cuctemsl KII€TOUHOTO KOHTPOIIsL, MHOTHE Prdm9—/— oouunTsl n3bderanu apecra
IpH MPOXOXKICHUH TOYKH KOHTpois uenoctHoctn JIHK B Meiioze u ycmemiHo 3aBeplianid
3aME/JICHHYIO PEMapaliio JBYHUTEBBIX Pa3pbIBOB, YTO COXPAHSIIO CHIDKEHHYIO (DEpTHIBHOCTH
camok. ITomMuMO 3TOT0, GBUTO MMOKA3aHO, YTO Y CAMOK MIICKOITHTAIONIMX B OTCYTCTBUU pabodero
Prdm9 Bkirouaercss «pesepBHasi» cucremMa (HOPMHUPOBAHHS IBYHHUTEBBIX pa3pbiBoB. OmHAKO
«BKJIFOYCHHUE» TAKOW CUCTEMBI 3aBUCHT OT TeHETUIECKOT0 (pOHA 0COOH, YTO OOBSICHSIET BAPUALIHIO
CTEpHIILHBIX (DEHOTUIIOB MIPH HAPYIICHUH dKcripeccuu Prdm9 y ruGpumoB pa3sHbIX JTHHUN MBIIICH

oboux oo (Powers et al., 2020).

TOJ’ICpaHTHOCTb OOIIMTOB K ITOJABJICHHUIO SKCIIPECHUU Prd m9, MMO-BUANUMOMY, SBJISACTCA
CJICACTBUECM OTIINYUA TPpOTpaMmM KJI€TOYHOM I[I/I(b(bepeHLII/IpOBKI/I CIICpMaToreHe3a 1 OOrcHesa. I[JBI
CIIepMaTonuTOB 00s3aTeNIbHBI JABa YHUKAJIBHBIX IIpoLecca: MeHOoTHYeCKas MHaKTHUBAIUs ITOJIOBBIX

xpomocoM (MSCI), koTropast MPUBOJUT K CaliJICHCHHTY OOJIBITUHCTBA TEHOB TIOJIOBBIX XPOMOCOM
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HAYMHAs CO CTaJIMU AXUTECHBI J0 MOCICIHUX cTaauii ciepmuorenesa (Turner, 2015), u akTuBarus
Piwi-Bzaumoneiicteyromux PHK (muPHK). Bosbiioe Yucio IBYHHUTEBBIX pa3pbiBOB B
CIIePMATOIMUTAaX C HapylIeHHeM SKcrpeccud Prdm9 mpensitcTByeT npuBicueHHUIO (HAKTOPOB
MIOJIABJICHUS] TPAHCKPUIIIIMK HA MOJIOBBIE XpOMOCOMBI, uTo HapymaeT MSCI u BbI3bIBaeT aronTos
cnepmarorutoB (Sun et al., 2015). ¥ miekonutaromux PiPHK HeoOXomumbl i 1moaaBicHUS
sKcHpeccun petporpancno3onoB L1 B xone cnepmarorenesa (Ernst et al., 2017; Czech et al.,
2018). Myranuu Wi HEJIOCTaTOK IIPOAYKTOB IT'€HOB, BiIMsOMuUX Ha pabory PiPHK, BHOCST BKIaa
B (hopmupoBanue crepuiabHocTH y camuoB (Deng and Lin, 2002; Kuramochi-Miyagawa et al.,
2008). beuto mokaszano, uto B Prdm9—/— cnepmaronuTax MpoOHCXOAUT HApYHICHUE KCIIPECCHH
piPHK (Fine et al., 2019). Bo3mosxHo, Hapymenue perymimun PIPHK Biuser Ha ycmeuinoe

MMPOXOKIACHUC IMOCTMEHOTHYECKHX JTAIlOB Pa3BUTHA CIICPMATOLUTOB, B OTIIMYUU OT OOLIUTOB.

B takcone nmcoseix Prdm9 crai rceBaoreHoMm, 0HaKO 3TO HE CKa3aloch Ha (pepTHILHOCTH
oboux monoB (Mufioz-Fuentes et al.,, 2011). ¥V BuaoB, koTopbie wucroiab3yror PRDM9-
HE3aBHCHUMBII MeXaHu3M (OPMUPOBAHHS JBYHHTEBBIX Pa3pbIBOB, Pa3phIBBI (HOPMHPYIOTCS B
TaKOM € KOJINYECTBE, HO OHM JIOKAJM30BaHbl B TEHOMHBIX paiioHax, oOoramieHHbIXx H3K4me3.
JlaHHasi MEeTWJIbHAs METKa XapakTepHa JUlsl (DYHKIIMOHAIBLHBIX 3JIEMEHTOB I'€HOMa, Halpumep,

npomotopos (Brick et al., 2012).

Baxwno, uro y BugoB ¢ PRDM9-3aBucuMbIiM MexaHH3MOM (DOPMHUPOBAHUS TBYHUTEBBIX
pa3pbIBOB TrOpsSYMe TOYKH PEKOMOMHALMM B TICEBIOAYTOCOMHOM paiiOHE aKTUBHPYIOTCS C
nomoinbio PRDM9-ne3aBrcumoro ¢pynkunonansaoro mytu (Brick et al., 2012). Dto mokasbiBaet
OJTHOBPEMEHHYIO aKTHBHOCTH 000MX TyTeil ()OPMHUPOBAHUS TBYHHUTEBBIX Pa3phIBOB B KIECTKAX

MJIEKOTUTAIOIINX BO BPEMS Mei03a.

ONHUCTaTUYECKUE B3aWMOJAEHUCTBHSA, JIEKAIIUE B OCHOBE T'€HHOM DETYJIATOPHON CETH,
TaKkXe MOT'YT IMPHUBOAMTH K HApyLICHUSIM IaMeToreHes3a y ruOpuzoB. I'eHHast perymnsuus - 3To
KOMIUIEKCHBIN MpOIlecC, B X0/1€ KOTOPOTO KIETKH KOHTPOJIUPYIOT KOJIMYECTBO MPOAYKTA T€HA C
nomotnbio B3aumozeiictBuii monekyn JIHK, PHK, OenkoB, a Takke SNHUTeHETHUYECKHUX
Mo udukanuii. CuuTaercs, 4To Ui B3aUMOACHCTBYIOIIUX PETYISATOPHBIX 3JIEMEHTOB XapaKTepHa
coBmectHast ko-aBomtorms (Dover and Flavell, 1984). Hapymenue B3auMOAEHCTBHS MEXIy
PEryJIATOPHBIMH 3JIEMEHTAMHU MOKET MPUBOJIUTH K HAPYIIECHUIO pabOThl UX LENEBBIX MPOAYKTOB
U HIDKENeXKAIllUX 3BEHbEB IO PEryJISTOPHOW ceTu B3aumojeicTBus. OJIHUM U3 XapaKTEpHBIX
OPUMEPOB TMOJOOHOIO THNA B3aUMOJCHCTBUN SBISETCA PErySAlUs TPAHCKPUIIUH, T
IPOUCXOAUT  KOIBOJIIOLMS  HYKICOTUIHOW  IIOCIENOBAaTENbHOCTH  CalWTa  MOCAIKU
TPaHCKPUIILIMOHHOTO (aKkTopa M Camoro TpaHCKpUNLIHUOHHOTO ¢akropa. C MOMOIIBIO

MAaTE€MATUYCCKOTro MOJCIUPOBAHUA KO-IBOJIOIMOHHOI'O IIpOoIEcca OBLIO IIOKa3aHo, 4YTO IIpH
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CTa0MIIM3UPYIOIIEM OTOOpe B HEOOJBIIMX MOMYJSAIHMIX C YBEJIWYCHUEM (UIOTEHETHUECKON
JUCTaHIMKM OyJeT MPOUCXOAMTH Oojee ObicTpoe (GOpPMHUPOBAHUE TUOPUAHON CTEPUIBLHOCTH,
CBSI3aHHOE C HAPYLICHUSIMH PETYJISILUU SKCIIPECCHH T'€HOB, B CPAaBHEHUH C IOJIOKHTEIBHBIM

orbopom (Mack et al., 2016).

2.3 PoJib XpOMOCOMHBIX NepecTpoeK B (POPMHPOBAHMU THOPHIHON CTEPHIBLHOCTH

W3meHeHus: B FeHOM MOTYT BHOCUTh KaK Majible MyTalluH, TaK U CTPYKTYpPHbIE BapUAHTHI,
3arparuBaroIue OonbIIoNd ydacTok mocienoBarenbHocTd JIHK. TouedHBIMH WM MallbIMH
MyTallusIMHU B HYKJIICOTUIHBIX IMOCICAOBATCIIBHOCTAX CUHUTAOTCA OAHOHYKJICOTUAHLIC 3aMCHBI U
WHCEPLUU/IeNend pa3MepoM MeHee yeM 50 map ocHOBaHUM. XPOMOCOMHBIMH MEPECTPOKAMU
CUMTAIOTCA CTPYKTYpPHBIE BapUAHTHI, KOTOPHIE 3aTPAaruBarOT y4acTKH 0ObI4HO Oosiee 1 ThIC. map

OCHOBaHUMU.

JInst XpOMOCOMHBIX HJIM T€HOMHBIX IIEPECTPOEK, IMOIMAJAIOIINX II0J BIMSHHAE OTOOPA,
XapaKTepPHO HEPABHOMEPHOE PaclpeIeieHUe KaK B PA3IHUHbIX (PUITOrEHETHUYECKUX JTMHUSIX, TaK
U B OIPEJICICHHBIX MECTaX T€HOMA — 3BOJIIOIMOHHO JIOMKHX paiionax (Farré et al., 2015). Jlomkue
CalThl, KOTOPHIMH OOOTAIEHBI HSBOJIOIMOHHO JIOMKHE paiOHBI, OBUIM ACCOLMHUPOBAHBI C
SBOJIFOIIMOHHO 3HAYUMBIMH XPOMOCOMHBIMH TIEPECTPOMKAMH Yy KPYIIHOTO pOraTroro CKOTa,
yesioBeKa U Ipyrux BuaoB mitekonutaromux (Ruiz-Herrera et al., 2006; Mongin et al., 2009).

OIHUM W3 OCHOBHBIX MOJIEKYIISIPHBIX MEXaHH3MOB IOSIBJICHUS 3BOJIIOMMOHHO JIOMKHX
paifoHOB, MPEIIIOIOKUTENBHO, ABJISIETCS dIUIeHeTHYeCKass Moaudukaus xpomaruna (Jiang et
al., 2009). OcobeHHOCTH TeHOMA U SIIEPHOM OpPraHM3allii B JIOMKHX pallOHaX CHOCOOCTBYIOT
TIOSIBJICHUIO XPOMOCOMHBIX MEPECTPOCK M, TAKUM 00pa3oM, MOTYT MPUBOIUTH K (POPMUPOBAHHUIO
penponyktuBHoii wm3ossuu  (Ruiz-Herrera and Robinson, 2007). Paiionbl, oGoramieHHbIE
MIOBTOPEHHBIMH TIOCIIEI0BATEILHOCTSIMHU, HAmpUMep, TpaHcrmo3onamu, remamu TPHK, remamu
prOOCOM HIIM CETMEHTHBIMH TYIUTHKAIIMSIME, 60JIee CKIIOHHBI K 00pa30BaHHIO IIEPECTPOEK U TaCTO
sBJstIoTCs Mctounnkamu uaBepcuii (Kapun and Flatt, 2019).

BiM3KopoicTBEHHBIE BUIBI MICKOITUTAOIIMX YaCTO PA3IHUYAOTCS YMCIIOM XPOMOCOM U UX
mopdodomoruei (Ferguson-Smith and Trifonov, 2007). KapuoTunudeckue pa3indusi BOSHHKAIOT
W3-3a AJbTEPHATUBHON (DUKCAIMH Pa3IMYHBIX XPOMOCOMHBIX IIEPECTPOEK B HM30JMPOBAHHBIX
HNOMYJISANKAX B Mpolecce BHA000pa3oBaHust. [IpUYMHHO-CICACTBEHHAs CBSA3b  MEKIY
KapUOTHUIIMYCCKUMHU  PA3IMYUSIMH M PENPOAYKTHBHOM HM3OJIAIHENH OCTaeTCs TMPEIMETOM
muckyccuit (Faria and Navarro, 2010). TsokecTs MeHOTHYSCKHX abeppalnii 3aBUCUT OT CTEICHH
XPOMOCOMHOM T'€TE€PO3UTOTHOCTH M CJIIOKHOCTH OKHIAEMBIX CHHANTHYECKMX KOH(UTYpAIIHIA.

HpOCTa}I reTCpoO3UroTHOCTL MO CAWMHUYHLBIM HHBCPCUAM WKW CIHAHUAM XPOMOCOM BpAd JIHU
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BBI30BET HAPYILICHUE ME03a U CTEPHIILHOCTD. J[a)ke MHOXKECTBEHHAs IPOCTas Te€TEPO3UTOTHOCTb,
KOTJa B OJHOM KapHUOTHUIIE NPUCYTCTBYET HECKOJIBKO TeTepOMOP(HBIX OMBAJICHTOB W/WIN
TPUBAJICHTOB, OOBIYHO HE IPUBOIUT K HAPYIICHHEO XPOMOCOMHOT'O CHHAIICKCA B cerperanuu. Taxk,
ObUI OIMCaH Cllyyail, Korga y 3eMIIEPOHKM cepusi TOJHOIUICYEBBIX P0oOEpTCOHOBCKHX
TPAHCJIOKAIM HE NPUBOAMIA K CHHKCHHIO (EPTHUIBHOCTH y THOPHIOB MEXIy pa3HbIMU
XPOMOCOMHBIMH pacaMH, HECMOTpsi Ha (OPMUpPOBaHUE MYJIbTHBaJCHTa M3 11 XPOMOCOMHBIX
snementoB (Matveevsky et al., 2023). HampoTuB, CIIOKHBIE T€T€PO3UTOTHI (TE€TEPO3UTOTHI IO
HECKOJIbKUM THIIAM TEePECTPOEK, MHOKECTBEHHBIM CIUSHUSIM W/WIH HECKOJIBKAM HHBEPCHSIM,
KOTOpBbIC MOTYT HACIaWBaThCS B TOM YHCIIC BHYTPU OJHOM M TOW K€ XPOMOCOMBI) HYacTO
oOHapy)KUBAIOT cepbe3Hbie MeroTnyeckre anomanuu (Mercer et al., 1992; King, 1993; Rumpler,
1993; Wallace et al., 2002; Faria and Navarro, 2010; Basheva et al., 2014b; Borodin et al., 2019).

B Hactosiee BpeMsi CYIIECTBYIOT JIBE OCHOBHBIC MOJICIH, KOTOpPBbIE OOBSCHSIOT, Kak
XPOMOCOMHBIC ~ IEPECTPOMKM MOTYT oO0ecleuuBaTh TIeHETHYECKOE pa3HooOpa3ue W,
CJIeZIOBATeNIbHO, CrocoOCTBOBaTh BHpooOpaszoBanuto (Ayala and Coluzzi, 2005). Mogens
THOpPUIHONW TUCPYHKIUK TPEANOIaraet, 4ro OcCOOU, TEeTEPO3UTOTHBIE IO XPOMOCOMHBIM
NEPECTPOKaM, YACTUYHO HJIH ITOJIHOCTBIO CTEPWIIbHBL. [IpHYMHON 3TOT0 CTAHOBSITCS W3MEHEHHUS
KapuoTura (4ucia 1 MOp(OIIOTHH XPOMOCOM), KOTOPBIE MOT'YT BbI3bIBATh HAPYILICHUSI CHHAIICUCA
u pexomOuHarmu xpomocom B Mmeitoze (White, 1978; Brown and O’Neill, 2010). OcHOBHBIM
HEJIOCTATKOM ITOH Mo/Jie)in ObliIa KpaiiHe HU3Kasi BEPOSITHOCTD TOTO, YTO MEPECTPOUKH C CHIIbHBIM
HETaTHUBHBIM  BJIMUSHUEM Ha  NPUCIOCOOJICHHOCTh  OyAyT  TOIBEpPrathCsi  JICHCTBHIO

HIOJIOKUTEILHOTO 0TOOpa 1 (hukcupoBaThes B momysiiuu (Hedrick, 1981; Rieseberg, 2001).

CoriacHo COBpEeMEHHOM MOJIENIN CYMPECCUH PEKOMOMHAIINN, PEKOMOMHAITNS MOXKET OBITh
CHIDKCHA HJTH TTOJIaBJICHa B pallOHaX TOYEK pa3pbhiBa XPOMOCOMHBIX EPECTPOEK, YTO YMEHBIIIACT
TIOTOK T€HOB MEX.y MOIMYJSIHSIMU U MPUBOAUT K BOZHUKHOBEHHIO HEMOJIHOW PENpPOyKTHBHOM
w3omsimr (Noor et al.,, 2001; Rieseberg, 2001). YcwieHue reHETHUYECKOW TUBEPreHIIMU B
NEPECTPOCHHBIX XPOMOCOMaX MPHBOAUT K HAKOIUICHUIO T€HOB TMOPUIHOW CTEPUILHOCTH HIIH
HOBBIX ajjIeJiell TeHOB, YTO MOXKET MPUBOAUTH K JUBEPIeHIMHM MCXOIHBIX MOMYISAIHA U UX
ajantanuu K pa3nuuHbeiM dkocuctemam (Ayala and Coluzzi, 2005). Slpkum nmpumepoM CIyXuT
nepectpoiika rob(2; 28), Bosuukmias y raiama (Bos frontalis). Beuto mokaszano, uTo
pPOOEPTCOHOBCKAsT TPAHCIOKAIUS TOBIMSIA HAa W3MEHEHHE OSKCIPECHH TeHOB, CBSI3aHHBIX C
COCTaBOM MHOGHUOPHILI, YTO, BEPOSITHO, YCKOPHJIO aJaNTallMi0 CapKOMEPOB raiana K TOpHOM

cpene oourtanus (Anderson and Weir, 2022).

Cy11ecTBYIOT HECKOJIBKO OCHOBHBIX THIIOB XPOMOCOMHBIX MEPECTPOEK, KOTOPbIE MOTYT

MPUBOJUTH K HAPYILIEHUIO CHHAIICHCA U PEKOMOMHAIUHN Y THOPUIHBIX OCOOEH.
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TanneMHbIe CIUSHUS — CIUSHUS TUIA [IEHTPOMEpa-TeIoMepa WK TeIoMepa-TeIoMepa —
XPOMOCOMHBIE TIEPECTPONKH, BIMSHNAE KOTOPHIX HA (EPTUIHLHOCTh T€TEPO3UTOT CUUTACTCS OJTHUM
13 HamOoJIee 3HAYUMBIX. Y TE€TEPO3MIOTHBIX OCOOCH YHMCIIO COATaHCHPOBAHHBIX T'AMET MOXKET
camwkatbes Baoe (King, 1993), BciencrBue 4Yero TaHAEMHBIC CIHSHUS B TETEPO3HTOTHOM
COCTOSIHUY ObLITH 00OHApPYKEHBI BCETO Y HECKOIBKUX BHJIOB, B TOM YHCIe y jieTyueit Mbimu (Owen

and Baker, 2001), meimoBku (Kovalskaya et al., 2011) u Tyxo-tyko (Massarini et al., 2002).

WuBepcun — 3TO cOallaHCHPOBAaHHBIE XPOMOCOMHBIC TIEPECTPOUKH, BO3HUKAIOIIHC
BCJICJICTBHE ITOBOPOTA ydacTka xpomocoMbl Ha 180°. [IpuHATO cunTath, YTO BIUSHHE WHBEPCHIA
Ha PUCIIOCOOJICHHOCTh OCOOM HEBEIIMKO M BeposATHOCTh MX (ukcaruu mana (Rieseberg, 2001).
Cunraercs, 9To B UHBEPTUPOBAHHBIX PaOHAX y TETEPO3UTOT MOXKET MPOHCXOIUTH TMOaBIICHHIE
pekomOuHanuu. Kak cienctBue, MOTOK FeHOB MEXAy momyssiusmu camxaercs (Noor et al.,
2001), 9TO MOKET MPHBOAUTH K IMOCTEIICHHOMY (DOPMHPOBAHHIO PEMPOAYKTHBHON H3OJIAIMH
(Kirkpatrick and Barton, 2006). Paznuyaror nmapamneHTpHuecKre, B KOTOPbIX HHBEPTHPOBAHHBIH
Y4aCTOK HE BKJIIOYACT IICHTPOMEPY, M MEPUICHTPUUYECKHUE HHBEPCHH, B HHBEPTHPOBAHHBIN
YYaCTOK KOTOPBIX TOMAaaeT IeHTpoMmepa. J[Isi HEKOTOpBIX MapaleHTPUYCCKUX WHBEPCUH Y
YeJioBeKa Oblla MOKa3aHa JOCTOBEPHAs CBS3b C BOSBHUKHOBCHHEM TaKUX 3a00JICBaHHUI KaK acTMa
U OKUPEHUE, YTO, OJTHAKO, HAMIPSIMYIO HE BIHIIO HAa pepTribHOCTh HOocuTenel (Gonzalez et al.,
2014). CtabuibHbIH MOTMMOPHHU3M 10 TEPULICHTPUYSCKAM UHBEPCUSAM IIUPOKO PACHPOCTPAHECH
cpenu pas3Iu4HbIX 0TpsiaoB MiekonuTaronmx (Van Tuinen et al., 1999; Kovalskaya et al., 2011).
['eTepo3UroTHOCTh MO HECKOJIBKMM MHBEPCHSIM MOXET MPUBOJIUTH K CEPbE3HBIM HapyIICHUSM
CHHAIICHCAa U PEKOMOHMHAIIMHU. DTO, B CBOIO OYEPE/Ib, BEI3BIBACT HAPYIICHNE TIPOXOKICHUS TOUKU

KOHTPOJIA TaXUTCHBI, ru0ens raMeT ", KaK CJICOCTBHUEC, — FI/I6pI/II[HYIO CTCPUIIbHOCTD.

Ha mpumepe nByx BuIOB miogoBoit mymku, D. montana u D. flavomontana, 6suio
NIOKa3aHO, YTO TPEIKOBBIC MOTUMOP(HBIE MHBEPCHH MOTYT BBICTYNATh B KadecTBE ApaiiBepa
BU1000pa3oBanus. OleHKa T'€HETHYECKOW IUBEPreHIMU I0Ka3aja, YTO 4YacTh HMHBEPCH, IO
KOTOPBIM ~ Pa3jInYaINCh KAPUOTHIIBI HCCICIYyEeMbIX BHJIOB, BO3HHMKIM pPaHBIIC BpPEMECHHU
pPacXoKICHUS! BUJOB. BeposiTHO, 3TO OBLIO CBSI3aHO C Pa3HBIMH YCIOBHUSIMHU CPEIbl OOMTAHHS U
IKOJIOTUYECKOW M30JISIIMEN UCXOJHBIX MOy ISInil Ha GoHe yactuuHoi cummarpuu (Poikelaetal.,
2022). DBoroIys HHBEPCHIA CBA3aHa C JaBJIEHHEM OTOOpa M 3aBHCUT OT T€HETHYECKOTO aApeiida,
MOSIBJICHUSI HOBBIX MYTAllUil, CYIIECTBOBAaHUS IOTOKA I'€HOB, a TaKXe OT B3aUMOJICHCTBHUS C

npyrumu uaBepcusmu (Faria et al., 2019).

PCL[I/IHPOKHBIG 1 HCPCHHUIIPOKHBIC TPAHCIOKAIIUN — THII XPOMOCOMHELIX IICPECTPOCK, IIPHU
KOTOPBIX IPOUCXOAUT obMeH XPOMOCOMHBIX CETMEHTOB HWJIIM XPOMOCOMHBIX INICY MEKIAY

HETOMOJIOTUYHBIMH XPOMOCOMaMHU. Y TETEPO3UTOT MO OJHOMY POOEPTCOHOBCKOMY CIIUSTHHIO
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YpOBEHb PEKOMOWHAIIMM HE CHMKAETCS MO BCEH JJIMHE XPOMOCOM, 3a HCKIIOYCHUEM
HPHUIICHTPOMEPHBIX PalilOHOB, YTO OOBIYHO HE PUBOJNT K cTepuiibHOCTH TnOpuios (Basset et al.,
2006; Borodin et al., 2008). ¥V rerepo3uror mo HECKOJIbLKAM POOEPTCOHOBCKHUM CIIHSHHUAM
(vacTHBINA ciTydali — MOHOOpaxuaibHas TOMOJIOTHS) HapyIICHHsS CHHAIICUCAa M PEKOMOMHAIIUU
TOMOJIOTUYHBIX XPOMOCOM MOT'YT HPUBOJMTH K 3HAYUTEILHOMY CHIDKEHHIO (PePTHIIBHOCTH. DTO
ObUTO OTMEYeHO y Hurepuiickoi nmecuanku (Hima et al., 2011), semnepoiiku (Rogatcheva et al.,
1998), nomoBoii Meimu (Sans-Fuentes et al., 2010). YV jemypoB, IeTe€pO3UTOTHBIX II0
POOEPTCOHOBCKHUM CIIHMSIHUSIM, HaOJIr01aIach MpsiMast 3aBUCUMOCTh MEXK]Ty CTETICHBIO CIIOKHOCTH
KOH(UTYypalMii MYJIBTUBAJICHTOB, OOpa3yIOIIUXCS HAa CTAJAWU TAXUTEHBI, M CTCICHBIO
deprmsnoctu (Rumpler and Dutrillaux, 1976; King, 1993).

B HEKOTOpBIX CilydasiXx TeTePO3MIOTHOCTh TI0 HECKOJBKUM POOEPTCOHOBCKUM
TPAHCIIOKAIUSAM HE IPUBOAUT K THOPUIHOM CTEPIIILHOCTH. Y 00OBIKHOBEHHOW OypO3YOKH U TYKO-
TYKO OBLIM OIMCaHbI THOPHIBI MEXKAY XPOMOCOMHBIMU pacaMu, KOTOPBIE Ppa3IUYalOTCs
HECKOJIbKUMH poOepTcoHOBCKUMHE TpaHciokamusmu (Basheva et al., 2014b; Belonogova et al.,
2017). Hecmotps Ha (GOpMHpOBaHHE KOMILICKCHBIX MYJBTHBAICHTOB, B 3THX CJIydYasx He
NPOUCXOWIO CHIDKEHHS (PEPTHIIBHOCTH THOPHUIOB M OrPaHUYCHUS IOTOKAa TEHOB MEXIY
xpoMocoMHbIMU pacamu (Basset et al., 2006).

CpaBuutenbHble uccienoBanus nocienoparenbuoctd JHK u xpomocoMHo# cUHTEHUN
MOKa3alld, YTO MECTOIOJIOKEHUE IICHTPOMEP MOXKET pPa3JIM4aThCs y JBYX TOMOJIOTHYHBIX
xpomocoMm 0Oe3 m3meneHus mnopsaka JIHK-mapkepoB. YV wmiexonuTaronmx OBUIO OMHCAHO
HECKOJIBKO CITydaeB IICHTPOMEPHBIX cIBUTOB (Centromere shifts) B pasusix takconax (Marshall et
al., 2008). BiiusiHre reTepo3uroTHOCTH 110 IIEHTPOMEPHBIM CIBUTaM M3Y4eHO KpaiiHe Maio. Tak,
B X0jie OBICTPOr0 BUA000pa3oBaHus B ceMeiicTBe JIOMaAMHBIX TOMUMO MPOYUX XPOMOCOMHBIX
HepecTpoeK HaOMI0Aanach BBICOKAs YacTOTa HW3MEHEHUH MECTOIOJIOKEHUH IIEHTPOMEPHI
(Carbone et al., 2006). B pe3ynbTate Takoi ObICTPOI KAPHOTHITHYCCKON IBOJTFOIIMHM THOPUIA3AITNS
MEXTy BUJAMHU OCTACTCsl BOZMOXKHOM, OJJHAKO MOJYYCHHBIC THOPUIbI, XOTS M )KU3HECTIOCOOHHI,
noytu Beeraa crepuibHbl (Zong and Fan, 1989; Allen and Short, 1997). Tak kak poauTeabcKue
HaOOpBl XPOMOCOM OKa3bIBAIOTCS HECOBMECTHUMBI, Y CaMIlOB THOPHIOB CIIEpMaTOreHe3
OCTaHaBIMBaeTCs Ha cramuu panHeil maxutenel (Chandley et al., 1974), ognako oTaeNUTH
BJIMSIHUE OJIHOTO THIIA MIEPECTPOCK OT JAPYIOro, a TAKKE OT TEHETUYECKON TUBEPIEeHIIMU B JAHHON

MOZCIIN HC MPECACTABIISACTCS BO3MOKHBIM.

Peopranusanus reHeTUYECKOro ammapara, KOoTopas IPOUCXOAHUT IPU XPOMOCOMHBIX
nepecTporkax, KpaifHe BayKHA HAa paHHMX dTanax BU1000pa30oBaHusl. XpOMOCOMHBIE IEPECTPOIKI

U3MEHSIOT CTPYKTYPY M INPOCTPAHCTBEHHOE ITOJIOKEHWE TPYII CUEIUIEHUs, YTO BIHAET Ha
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TPAHCKPHUIILIMOHHYIO AKTUBHOCTh TE€HOB M pekomOuHaimio. Takum o0pa3oM, HepecTpoiKH
XPOMOCOM HE TOJIBKO BIMSIOT HAa TeHOMHBIH JIaHAIIAa(T, HO TAKKe 00€CIIEUNBAIOT MEXaHU3MBI JIIS

OIrpaHUYCHHS IIOTOKA I'CHOB.

2.4 PoJsib mOJIOBBIX XPOMOCOM B ()OPMUPOBAHUM THOPHIHON CTEPUIBHOCTH

Bbbuto 1OKa3aHO, YTO y MIIEKONMHTAIONMHMX (HOPMUPOBAHHE THOPHIHOW CTEPHIBLHOCTH
IPOMCXOTUT HE TOJILKO Y BHJIOB C IEPECTPOCHHBIMH KApUOTHUIIAMH, HO M Y KapUOTHUITHYECKU
UACHTUYHBIX BUI0B. OlHAKO 00a ciiyyast 00beMHSCT MOAYMHEeHUE npaBuwiy XoJaeiHa (1922),
COIJIACHO KOTOPOMY Y TETEPO3UIOT MEHEE IKH3HECIIOCOOHBIM WM CTEPHIbHBIM Oyjaer
rereporaMeTHbpli 10J1. [Ipu 0ObBscHeHuH mpaBuia XOJJICHHA pacCMaTPUBAIOT HECKOJIBKO
OCHOBOITOJIATAIOIIMX PUYHH, B TOM YHUCIIE PEIECCUBHOCTh T€HOB THOPHUIHONH HECOBMECTUMOCTH
u 0oJiee ObICTpOE HAKOILICHHE MOA00HBIX reHoB B X-xpomocome (Wu and Davis, 1993; Masly and

Presgraves, 2007).

CoBpeMeHHast TEOpHsl «IIEPEMEIIICHHUS] TEHOB)» CBSI3BIBACT MPABHIO XOJACHHA  CHIBHOEC
Bausane X-xpomocomsl (the Large X-effect) ma mnposiBienne MeXBHIOBOH THOPHIHOM
HecoBMecTHMOCTH. COrJIaCHO JIAHHOM TEOPHH, ME€HbI MOTYT MEHSTH CBOE€ MECTOIIOJIOKCHHE Ha
XPOMOCOME TIPOCTHIM [IEPEMEIIEHUEM THIIA IEJICIHsI-HHCEPIUS U C TOMOIIBIO TyTutnKaruii. Tax,
€CJM B OJHOW M3 JIOYEPHHUX MOMYJSAMHA MPOM30IUIA AYIUIMKAIMsA reHa (Hampumep, ¢ X-
XPOMOCOMBI Ha ayTOCOMY), TO BIIOCJIEJACTBHHU MPOMCXOAUT MOTEPSI TeHa U3 MEPBOHAYAIBLHOTO
nokyca. [lpu mocnmemyromeit BCcTpeue MNOMYJSINUM, B KOTOPBIX OAWMH M TOT XK€ T€H Oyner
pacIojoKeH Ha pa3sHBIX XPOMOCOMax, B FaMeTaX MOKET HE OKa3aThCs HU OJHOM KOIHHU reHa. B
pe3yJsbTare MPOU30MIeT HHAKTUBAIMS X-XPOMOCOMBI, YTO MPHUBEET K HAPYIICHHUIO 03Bl T€HA Y
MIOTOMKOB MJIM HAPYIIEHHIO SKCIPECCHU TCHOB X-XpOMOCOMBI. TakuM 00pa3om, mepeMerieHne
T€HOB MOXKET IMPHUBOJUTH K BO3HMKHOBEHHIO THOPHUIHOM CTEPUIIBHOCTH M CIIOCOOCTBOBATH

Bunoo6pazosanuio (Coyne and Orr, 2004; Moyle et al., 2010).

OmHUM W3 TIPUMEPOB CHJIBHOTO BIMSHHS X-XPOMOCOMBI SIBISICTCS aCHMMETPHS
CKpEIIMBAaHUK BO MHOTHX CJIy4YasX THOPUIHOW CTEPWIBHOCTH Yy CaMIOB. ACHUMMETpHUS
HPOSIBIISICTCS. B TOM, YTO Pa3iUuuHble ()EHOTHITBI THOPHUIOB MPSIMOTO U OOPATHOTO CKpEIUBAHUIN
pa3IUYaroTCs O CTENICHU MPOSBICHUS B 3aBUCHMOCTH OT YHACJICIOBAHHOW MaTEepUHCKOW X-
xpomocoMbl U X-cremieHHbix JiokycoB (Good et al., 2007; White et al., 2011). HenaBuue
UCCIIEIOBAaHHUS MOKA3alM, YTO JIOKyCc HStx2 ma X-xpoMocome JDOMOBOW MBIIIM KOHTPOIHPYET
ACUMMETPUYHOE HapyIIeHHE CIepMaTOreHe3a y pPELMIPOKHBIX MEXBUAOBBIX rudbpugos F1
(Bhattacharyya et al., 2014). Tak, y CTEpHIIbHBIX CaMI[OB THOPHIOB IOABH/I0B JOMOBOI MbItH M.

m. domesticus x M. m. molossinus (uauit BALB/cJ u JFImol, cooTBeTcTBEHHO) criepMaToreHes
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OCTaHaBNUBAJICS Ha cTaguu Mmetadasel | BcreacTBue HapyIICHHs] CHHAIICHCA TOMOJIOTHYHBIX
xpomocoM. [Ipu ckpermmBaHuu camok apyrux auauid M. m. domesticus ¢ cammamu M. m.
molossinus F1 camubsr Obutr (eprusnbHbl. CTeneHb (HEPTUIBHOCTH THOPUIOB 3aBUCEIA OT
YHacle0BaHHON X-XpOMOCOMBI, @ UMEHHO OT aJlIeb-ClIeln(PUIHON IKCIIPECCUN MEHOTHYECKIX
TE€HOB, PACHOJIOKEHHBIX HAa X-XPOMOCOME PSAOM C ICEBIOAYTOCOMHBIM paloHOM. Takum
0o0pa3oM, TPUYUHOW OCTAaHOBKH CIIEPMATOTCHE3a SIBISUIACH TEHETHYECKas HECOBMECTHMOCTH

(Nishino et al., 2018).

2.5 Posib HapylmieHHii cHHANICMCA M PEKOMOMHAIIMM B ICEBI0AyTOCOMHOM paiioHe
(ITAP) B popMupoBannu rudOpuaHoil CTEPUILHOCTH

[IceBnoaytocomusiii paiion (ITAP) - 310 paiioH, B KOTOPOM COXpaHSETCS] TOMOJIOTHS
HYKJICOTHIHBIX TIOCJIEAOBAaTEIbHOCTEH, Yy4YacTBYIOIIMX B CHHAICUCE, DPEKOMOWHAIMH U
cerperamuu rerepoMopHBIX TMOJOBBIX XpoMocoM B Meiioze (Burgoyne, 1982). M3BectHbiMu B
HACTOSAIIEE BPEeMs HCKIIIOYCHUSIMH SIBISIOTCS HEKOTOPBIC BHIBI MOJEBOK poma Microtus, y
KOTOPBIX MOJIOBBIE XPOMOCOMBI HE PEKOMOMHHUPYIOT U HE CHHANITUPYIOT B Meiio3e (Borodin et al.,
2012).

Pacnonoxennsie B [TAP nokyce! auruionanst (Ross et al., 2005; Flaquer et al., 2008) u e
MIOJIBEPTaOTCS JIO30BOM KOMIICHCAIMM C IOMOINBI0 WHAKTHBAIMUA X-XPOMOCOMBI y CaMOK
(Prothero et al., 2009). ®u3nvecku MCEBAOAYTOCOMHBIH pPallOH OOBIYHO PACIIOJIOKEH MEKIY
TEJIOMEPHBIM KOHIIOM IIOJIOBBIX XPOMOCOM M Oy(depHBIM pailoHOM, B KOTOPOM MOTYT
POMCXOIUTh UHBEPCUH, TpaHCTO3uuH, pacnonaratecst SINE-anmementsr. B 6ydeprnom paiione
HaOJr01aeTCsl MOCTENEHHOE YMEHbBIICHHE T'OMOJOIMHM HYKJICOTHUAHBIX MOCIEI0BATEIbHOCTEN
Mexay X 1 Y, oTcyTcTBUE pekoMOMHanuu. Jlanee o XpoMocoMe pacroyioKeHbl criennduyeckue

JUTS TIOJTOBBIX XpoMocoM nocienoBarensHocTr (ROSS et al., 2005).

[Ipenmonaraercsi, 9T0 peKOMOMHAIUS B IICEBJI0AYTOCOMHOM pailOHEe HEOOXOIMMa JUIs
NOJICP)KaHUSI TOMOJIOTUM MEXKAY TIOJOBBIMH XpPOMOCOMaMH, a TaKke o0ecreynBaeT
NpaBUIILHOCTh CHHAIICUCA M CErperaliy MOJIOBBIX XpOMOCOM BO BpeMsi Meiiosa (Otto et al., 2011).
OTO coryiacyercsi ¢ HUCCIEJIOBAaHMSIMM Ha 4YeJOBEKE W MBIIIAaX, B KOTOPHIX IIOKAa3aHO, YTO
nogaBieHue pekoMmOuHanuu B [IAP cBs3aHo ¢ moBbIIeHHOW yacToTOW aHeymmowanu XY H

crepuibHOCTRIO (Kauppi et al., 2012).

Hecmotpst Ha, kak npaBuio, HeOombion pasmep [TAP y camiioB Bceraa couepuT oanH
oOyuraTHbI 00MeH. BeposTHo, oH oOecrieunBaeTcst 6osee BBICOKOM 110 CPaBHEHHIO C ayTOCOMaMHU
4acToTOM JABYHHUTEBBIX pa3pbiBoB IHK Ha s3Tom yuactke (Soriano et al., 1987). 3to Moxer ObITh

CBSI3aHO C OCOOCHHOCTSIMH CTPYKTYphl XpOMaTWHa JTOro TeHoMHoro paiiona. JJHK B
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IICEB/I0AYTOCOMHOM paliOHE YIMaKOBaHa B TMETJIIM MEHBIIEr0 pa3Mepa IO CpPaBHEHHIO C
ayTOCOMaMH, YTO YBEIMYMBACT YaCTOTY (DOPMHUPOBAHMS JBYHUTEBBIX Pa3phIBOB B 3TOM paiioHE
(Kauppi et al., 2012). ITomimMO 3TOr0, IPUCYTCTBHE OJHOT0 00s13aTeIbHOr0 00MeHa B ITAP MoxHO
OOBSICHATh HAJIMYMEM KOHCTHUTYTHBHO JIOCTYITHOTO XpomaruHa. Kak ciencTBue, WHUIMAIUS
TOMOJIOTHYHOM PEKOMOWHAIIMM MOXKET MPOUCXOAUTH 0e3 yuacTtust 6enxka PRDM9, B otimune ot
OCTAJIbHOM dYacTW TeHOMa, Uii KOTOpoil noctyneH Toibko PRDM9-3aBucumeblii myTh
pexomOunanuu (Brick et al., 2012). Beiio BbicKazaHo mpeanoaoxenue, uro B PRDM9-3aBucumbix
n PRDMO9-He3aBUCHUMBIX PEKOMOMHAIIMOHHBIX IYTSAX 3aJCHCTBOBAaHbI  aJIbTEpHATHBHBIC

uzodopmel oenka SPO11 (Kauppi et al., 2011).

VY milekonuTarommMx HyKJIEoTHHas nocienoBaTesbHOCTh [IAP nperepneBaer ObicTpble
usmenenust (Ellison et al., 1996). ITorepss roMoOJOruH HYKJICOTHIHBIX IOCIIEI0BATEIBHOCTEH
3TOr0 paiioHa MEXIy MOJOBBIMH XPOMOCOMaMH MOXKET MPHUBOJMTH K ACHHAIICKCY IOJIOBOTO
OMBaJIeHTa y CaMIIOB, YTO MOKET OBITh MPUYMHONW THOPHIHON CTEPHIBHOCTH. BBLIO MOKa3aHo,
YTO BBICOKAs 4acTOTA aCHHAICHCA IOJOBBIX XPOMOCOM HaOI0Oalach y CTEPUIIBHBIX CaMIIOB
MEKBHIOBBIX THOpuaIOB MoxHOHOrmx xomsukoB (Ishishita et al., 2015), MeXBHUIOBBIX H
BHYTPUBHIOBBIX rHOpuaI0oB gomoBoi Mbimu (Matsuda et al., 1991, 1992; Bhattacharyya et al.,
2013). Onnako Yaiit ¢ komeramu (2012) moka3aiiu, 4To, HECMOTPS Ha HapYIICHHs CHHAIICKCA
PEKOMOMHAIINY TT0JIOBOTO OMBAJIEHTa, Y THOPUIOB JABYX IOABUIOB JOMOBOM MBIIIH COXPAHAECTCS

(bepTUIBHOCTS.

AcCHHAICHC TOJIOBBIX XPOMOCOM BBI3bIBACT PACIPOCTPAHEHHE TPAHCKPUITIUOHHON
WHAKTUBALlMN Ha IICEBJ0AYTOCOMHBIN paioH. [locneacTBust 3TOM MHAKTUBALIMM MOTYT 3aBUCETh
OT TOTO, UTPAIOT JIM TeHBI, coepskamntiecs B [IAP, BakHyio poib B ciepmatorerese. OHaKo s
OOJBIIMHCTBA BUJIOB KONHUUeCcTBO M (hyHKIHs reHoB B [IAP ocratorcst HemsyuennsiMu (Raudsepp
and Chowdhary, 2016). ITomumo 3TOro, HapylieHHE MEHOTHYECKOrO CaMICHCHHIa IMOJOBBIX

XPOMOCOM MOXET CIPOBOLMPOBATH anonTto3 aedekTHbIX criepmaToiuTos (Turner et al., 2005).

Takum oOpazom, ObIcTpasi MMBEPreHIUs HYKJICOTHJIHBIX TocienoBarensHocTeit [IAP

MOXKET OBITh OIHHUM U3 MOJICKYJIAPHBIX MCXaHHU3MOB (I)OpMI/IpOBaHI/IH T I/I6pI/IIlH0171 CTCPUIIBHOCTH.

3 O0ocHOBaHNE MO U METOA0B

BHyTpuBU10BBIE U MEKBUIOBBIE THOPUIBI MEXKTYy POAUTENBCKUMU (pOpMaMu, KaPUOTHIIBI
KOTOPBIX ITOJIHOCTBIO HEHTHUYHBI WIIM PA3JINYA0OTCs [0 YUCITY M TUILY XPOMOCOMHBIX IIEPECTPOEK,
ABIISIOTCS XOPOLIEH MOJIENBIO ISl U3YUEeHHsI HapYIICHUI CHHAICHCca U PeKOMOMHAIIUY Ha paHHUX
cTaausax Meio3a u abbepanuii cnepmaroreHesa. Vcnonb3oBanue ruOpuoB poAUTEILCKUX HOpM

paanquﬁ CTCIICHU JTUBCPICHIHUU y)lO6HO IJIl U3Y4YCHHUA TMOCJICAOBATCIIBHBIX  3TAIlOB
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¢dopmupoBanus THOpUIHON CcTepuiIbHOCTU. [IpemmyIiecTBO MEXBUAOBBIX THOPHUIOB Iepen
HOKAayTHBIMM OPTaHM3MAaMH B TOM, YTO MBI MCCIIEYEM IIOCIEACTBUS CUCTEMHBIX T€HETHUECKUX
HECOBMECTUMOCTEH M MOXKEM BHUJAETh BapHalMU (PEHOTUIIOB, CBS3aHHBIX C KOMIUIEKCHOM
peryiasnued TreHoB T'MOpUIHON  cTepwibHOCTH. Vcmosb3oBaHME BHMJIOB € MalbIMH
HBOJIIOIMOHHBIMU PACCTOSHUSMHU TO3BOJISICT H3ydaTh IIOCTENEHHBIE ATarbl (HOPMUPOBAHUS
THOpPHUIHON CTEPUIIBHOCTH, KOTOpPBHIE YAOOHO OIICHHMBATH 0 HApPYIICHHSIM CIepMaToreHe3a B
LEJIOM M Meio3a B 4acTHOCTH. lIpennoureHue OTnaHO CIEpMaroreHe3y, Tak Kak caMipl 110
MHOTMM KpUTepusiM Oojiee ynOoOHBIH OOBEKT 1O CpPaBHEHHIO € CaMKaMM. Tak, Juis caMIoB
XapaKkTepeH JINTEIbHBIN IIEPUOJ II0JIOBOM 3pEIOCTH, B KOTOPBIM OIPENEIICHHBIN Iyl KIIETOK
OyZeT MOCTOSTHHO MPOXOIUTh MEH03, TOT1a KaK y CaMOK XOMSKOBBIX KJIETKH Ha CTa UM MpoQ a3kl

| Meii03a MOKHO H3BJIE€YDL TOJIBKO Y HOBOPOXKACHHBIX 0co0eH.

Anamm3 IHOCJICO0OBATCIIbHBIX 3TAaIlOB KapI/IOTI/IHH‘IeCKoﬁ 3BOJOOUHN OT HH,Z[HBH,Z[yaJIBHoﬁ
HN3MCHUYMUBOCTU K JAUBCPTCHIMU MCKAY MNONYJIALNUAMH, XPOMOCOMHBLIMH paCaMH M, HAKOHCII,
BUJIaMH 0COOCHHO Ba)KEH IS IOHUMAHUS POJIA XPOMOCOMHBIX TIEPECTPOCK B BHI000PAa30BAHUMU.
[ToaTomMy B KauecTBe MEPBOIM MOJENU i U3ydeHUs (pOopMHUpPOBaHUS THOPUIHON CTEPUIHLHOCTU
MbI BLI6paJ'II/I FI/I6pI/II[0B MCKAY XPOMOCOMHBIMHU pacaMu BHa A. evoronensis u MECKBUAOBBIX
rubpuoB mosieBok poaa Alexandromys (Puc. 2), panee BxoauBmiero B poa Microtus: moneska
MakcumoBuaa A. maximowiczii Ognev, 1914 (MAX), myiickas nmosieka A. mujanensis Orlov and
Kovalskaja, 1978 (MUJ) u sBoponckas noseBka A. evoronensis Kovalskaya and Sokolov, 1980.
Bce onn ACMOHCTPUPYIOT UCKIIFOUUTCIIBHO BBICOKHM YPOBCHb XPpOMOCOMHOT'O HOJII/IMOP(I)I/I?»Ma,

HOHYJ'ISIHI/IOHHI)II\/’I IMOJIMTUIIN3M U PAa3BUTYIO KAPUOTUIINYCCKYTO JUBCPICHIUIO.

BpeMst quBepreHnun MEKIy STUMH TPEMs BUIAMH OLIEHMBAETCs MpuMepHO B 110 THIC. JieT
(Bannikova et al., 2010, 2019). B nacTosIee BpeMsi MOJHOCTBIO HE OMPEIE/CHbI T'PAHUIIBI
CHCTeMaTHYeCcKoro mosokeHust 3tux BumoB (Lissovsky et al., 2018), ogHako W3BECTHO, YTO
MEKBHJIOBBIE THOPHIBI MPSIMOrO0 W OOpaTHOrO HArpaBiEHUS CKPEIIMBAHHNA OOOMX IIOJIOB

crepuiibhbl (Meyer, 1994; Meyer et al., 1996).

Bce Tpu Bua HacesIOT BiIaXKHbIE OMOTOMBI: 60J10Ta U 3a00JI0UEHHBIE YYaCTKHU 110 Oeperam
o3ep u pek. [ToneBka MakcumoBrya (MAX) nMeeT MUPOKHi, HO MO3auYHBIN apean OOUTaHus OT
BOocTOUHOro Oepera Baitkama mo 3amagHoro ckiona Cuxora-Anumns (Batsaikhan and Tsytsulina,
2016). DTOT BUI JEMOHCTPUPYET KaK BHYTPH-, TAK U MEKIOMYJISAIUOHHBIN MOIUMOP(U3M 110
psAy LEHTPOMEPHBIX CIBHUIOB, WHBEPCHUM, CIHWAHUA U IOJHOIUIEUEBBIX TPAHCIOKALNM.
Junnonanoe yucino xpomocom MAX (2n) Bapeupyet ot 36 10 44. Yncino XpoMOCOMHBIX IUIEY

(FN) Bapsupyer ot 52 mo 62 (Kartavtseva et al., 2008; Lemskaya et al., 2010).
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Myiickas moneBka (MUJ) — sHaeMuKk ceBepHbIX pailoHOB bypstum u ceBepo-3amana
3abaiikansckoro kpas (Gerrie and Kennerley, 2016b). [ns naHHOro BHIa XapaKTepeH
HOJ'II/IMOp(bI/IBM 10 MEPUICHTPUYCCKUM HHBCPCHAM WM HCHTPOMEPHBIM CABHUIaM B UYCTBIPEX
napax xpomocom (2n = 38; FN =50-53) (Orlov and Kovalskaya, 1978; Meyer et al., 1996; Borodin
etal., 2010; Lemskaya et al., 2015; Kartavtseva et al., 2019).

DBOpOHCKasi MOJEBKa OOHAapy)KeHa B HECKOJIBKHX Pa3pO3HEHHBIX MECTOOOMTAHMSIX
Xabaposckoro kpas (Gerrie and Kennerley, 2016a). MccinemoBaTenu BBIACIAIOT JBE
xpomocoMHuble pacel: «DBopon» (EVE) (2n=38-41, FN=54-59), Hacenstomyto DBOpOH-
Yyk4darupckyro HU3MEHHOCTh, U «Apru» (EVA) (2n=34, 36, 37, FN=51-56), koropas
pacmnpoctpaneHa mo p. Apru, nputoky p. 3es (Kartavtseva et al.,, 2021b, 2021a). Bpems
(bopMUpPOBaHHUS JaHHBIX XPOMOCOMHBIX pac oneHuBaeTcs B 8-10 ThICSY JIeT Ha3a/, Tak KaK B 3TO
BpeMs B MEPUOJI MOCICTHErO MOXOJO0AaHUS B Havajie roJIOICHA MPOUCXOMIa PEOPraHu3aIlHs
o3epHO-peunbix cucreM JlanpHero Bocroka (IlepemerneBa et al., 2017) wmu npumepHo B 20
THICSY JIET Ha3aJ COIJIACHO MOJICKYJISIPHBIM JIaHHBIM aHallu3a IoclieioBaTeibHOCTel Cyth
(Bannikova et al., 2010). Bcero mas 5BOpOHCKOM IMOJIEBKH ObLIO omucano 11 map xpomocom,

BOBJICYCHHBIX B XpPOMOCOMHBIC HGPGCTpOﬁKH.

B kadecTBe BTOpoi MOieu ¢ OOJIBIIUM BPEMEHEM JMBEPIreHIIMN MEXKY POIUTEIbCKUMH
BUJAMH M MEHBIIAM KOJIMYECTBOM TIEPECTPOCK MEKIY WX KAPUOTHUIIAMH MbI BBIOpAITH
MEXBUIOBBIX THOPHIOB MEXAY OJM3KOPOACTBEHHBIMH BHIAMHU EBPOIEIHCKOW JIMHUU poja
Microtus M. kermanensis, M. rossiaemeridionalis, M. mystacinus, M. arvalis «obscurus» u M.
transcaspicus (Puc. 2). BpeMs quBepreHIMU pOIUTEILCKAX BHIOB MOJIEBOK mozapoaa Microtus
cocraBiisier okosio 60-250 Teicsu ser (Mahmoudi et al., 2017; Golenishchev et al., 2019).
Kapuotunsr M. mystacinus u M. kermanensis mpakTH4eckd HEOTIMYHUMBI IPyr OT Apyra Mo
nartepHy C-OKpaluBaHus U PaclpeeIeHHIO SIPBIIKOBOro opranusaropa (IOP) u otnuvarotces
ot kapuoruna M. rossiaemeridionalis Tonpko no marrepuy C-okpamuBanus (Mahmoudi et al.,
2018). beuio mokazaHo, 4To camku ruOpuaoB Mexay M. rossiaemeridionalis x M. kermanensis
deprunbubl (Golenishssev et al., 2000). U3BecTHO, uTO THOPHIBI 00OUX TTOJIIOB MEXY TPYIIIIOH
BUJIOB «Mmystacinusy ¢ omnoit croponsl 1 M. arvalis u M. transcaspicus, ¢ Ipyroii CTOpOHHBI,

crepuibhbl (Meyer et al., 1996).

Tak kak MOP(OIOTHYSCKH U KAPHOTUITHUECKH 3TH BHIBI YaCTO CJIIOKHO Pa3IUYUTh, TO
UCTOpHUSI WX HaWMMEHOBaHWW 3amyrana. Tak, M. rossiaemeridionalis B HacTosimee Bpems
ucnonb3yroT kak cuHonuM M. levis (Mahmoudi et al., 2017), M. transcaspicus kakoe-To Bpems
obuT cuHOHMMOM Ut M. kermanensis, a M. mystacinus — s M. arvalis (Musser and Carleton,

2005). Cn0XHOCTh TOYHOTO OIPEACIICHUS BUIOB W WX HEACHBIH TAaKCOHOMHYECKHI CTaTyc
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00BSICHIETCS CXOHBIMH apeanamu ooutanus: M. transcaspicus, M. kermanensis u M. mystacinus
— SHICMUKH C OJHM3KUMH, HO HEIEepPEKPHIBAIOIIMMUCS apeajamu oOutaHus. M. kermanensis
HaceJseT BBICOKOTOpHBIE sryra mato Capayiie B ropnom Kepmane (roxxubiii Mpan), M. mystacinus
—ropsl Ha ceBepe Mpana, B ToM ymciie ropsl 3eHakaH, ropsl ['onecran, Dnb0ypc, a Takke CemHaH,
Terepan u nonuny peku Jlap, apean M. transcaspiCus orpaHuueH MPAHCKOH M TYpKMEHCKON
ropaoii cucremori Komermar u Teppuropueit nentpanbuoro Adranucrana (Mahmoudi et al.,
2017). Apeansl oouranus M. arvalis u M. rossiaemeridionalis mmpoku, mepekpbiBaroTcs U 00a

3axBarbIBaroT npearopbst Kapmar (Raicu et al., 1969).

B kauectBe TpeTheil MoaenH I U3ydeHus] POPMHUPOBAHUS THOPUIHON CTEPUIIBHOCTH Ha
paHHUX JTamax BUA000pa3oBaHMs 0€3 HAKOIUICHHS XPOMOCOMHBIX IIEPECTPOCK, HO C
OTHOCHUTEJIBHO OOJIBIIUM BPEMEHEM JIMBEPICHIIMU MBI UCIIOIb30BAIM CAMIIOB U CAMOK T'MOPH/I0B
JIBYX OJIM3KOPOJICTBEHHBIX BHIOB MOXHOHOTHX XOMs4KkoB, P. sungorus u P. campbelli (Puc. 2).
Hanubie Bunsl quseprupopain 0.8-1 mua ner waszan (Neumann et al., 2006) u ux kapuoTuIbI
npaktiuuecku uaentnuHsl (2n=28, NF=54) (Romanenko et al., 2007). He cMmoTpsi Ha OTCYTCTBUE
KapUOTHITMYECKOW JIMBEPreHIUH M OTHOCHTEIFHO MAaloe BPeMs JIUBEPIreHLUH MEXKAY BHUIAMH,
rHOpPHUIBl JEMOHCTPUPYIOT TOHMKEHHYIO MPUCIIOCOOIICHHOCTh, MPHU 3TOM ObLIa IOKa3aHa
aCUMMETpHsl TIPSMOrO W OOpaTHOro CKpeliuBaHui. Tak, aias THOPUAOB, TOJTYYCHHBIX B
pe3yabTare cKpenBanus caMok P. sungorus ¢ camiiamu P. campbelli, xapakTepeH sKkcTeHCHBHBII
TUTAIICHTApHBIN 1 SMOPHOHATIBHBIA POCT, YTO MPUBOJIHUT K BBICOKUM MOKA3aTeIsIM SMOPHOHAIILHOM
¥ MaTeprHCKON cMepTHOCTH. [Ipu ckpeunmBanuu camok P. campbelli ¢ cammamu P. sungorus y
oTOMCTBa HabOJiofaercss HopMmanbHbId pa3smep Tena (Brekke et al., 2016). MssectHo, uTo

rHOpUIHBIC CaMIlbl CTepUIIbHBI, a caMku GepTwibhbl (Ishishita et al., 2015).

P. sungorus wacenser Kasaxcran u ceBepo-3amaanHyio 4dactb Kwurtas, Torma kak P.
campbelli o6uTaeT B cTEMHBIX M MOJYMYCTHIHHBIX paiiOHAaX HEHTPAIbHOW W CEBEpPHOW A3uH,
BKir0Yass Mounrommio, TyBy, ceBepo-BocTok Kurtast u Antaiickue ropel. Apeansl ooutanusi P.
sungorus u P. campbelli reorpadudecku pasaencHbl, HOITOMY THOPUABI MOTYT OBITH MOJYYCHBI

TOJBKO B TaboparopHbix ycnosusx (Neumann et al., 2006).
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M. kermanensis

60 TbiC. neT
150 ThIC. neT M. mystacinus
M. rossiaemeridionalis
220 TbIC. NeT
180 ThiC. neT . )
M. arvalis "arvalis"
240 TbIC. net —

M. arvalis "obscurus"

M. transcaspicus

~2.2 MINH net
A. maximowiczii
110 TbIC. NneT
A. mujanensis
A. evoronensis "Aprn"
~19 mMnH net
20 Thic. et A. evoronensis "3BopoH"

P. campbelli

0.8-1 MnH net

P. sungorus

Pucynok 2. KoHceHcycHas kiagorpamMma Tpyomnbl BHJOB «maximowiczii» poja
Alexandromys, rpymmsl BugoB «arvalisy poma Microtus 1 HekoTophiX BHI0B poja Phodopus
(Neumann et al., 2006; Abramson et al., 2009; Bannikova et al., 2010, 2019; Mahmoudi et al.,
2017; Golenishchev et al., 2019).
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JIJist cpaBHUTENIBHOTO aHAlM3a PEKOMOMHAIMOHHBIX XapaKTEPUCTHUK MBI HCIIOIH30BAN
METO]T IMMYHOJIOKQJIM3AIMA HECKOJIBKUX OCNIKOB, CIIeNU(DUUECKU IKCIIPECCUPYEMBIX Ha Pa3HBIX
noacragusx mpodassl | meitosa (Anderson et al., 1999). SYCP3 u SYCP1 mapkupyrot O0KOBOM 1
neHrpanbubii anemMenTsl CK, cootBerctBenno (Zickler and Kleckner, 2015), YH2AX BoBJjieucH B
penapauuio ABYHUTEBBIX pa3pbiBoB JIHK M MEHOTHYECKY:0 HWHAKTUBALIMIO HECIIAPEHHOIO
XpOMaTHHA, B TOM YHCJE MEHOTHYCCKYI0 WHAKTHBAIMIO MOJIOBBIX xpomocom (Turner, 2015).
YactoTy u pacnpeencHue peKOMOMHAIIMOHHBIX COOBITUI oreHnBaiu ¢ momotipio MLH1. beino
NOKa3aHo, 4YTo OeloKk Mucc-MaTd penapamuu  MLHI  Bxogur B cocraB  3penbIX
PEKOMOMHALIMOHHBIX Y3€JIKOB Ha CTAJIMH MMaXUTeHbL. AHIEPCOH ¢ coTpyaHukamu (Anderson et al.,
1999) mnpomeMOHCTpUPOBAIM, 4YTO YHUCIO U pachpenesneHue caidtoB MLH1 Bmoms CK
COOTBETCTBYET YHCIIY U PACHpPEACICHUIO XHa3M, MoydeHHOMY panee st Mbimu (Polani, 1972;
Lawrie et al., 1995). Takum o6pa3om, Oenok mucc-mMatd pernapannd MLH1 siBiiseTcst HaaeKHBIM

MapKepoOM peKOMOMHAIITMOHHBIX COOBITHIA.
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MATEPUAJIBI U METO/JbI

KuBorHbIe

B paboTe Ob11H UCTI0IB30BaHBI B3POCIIBIE TOJIOBO3PEIBIE CaMIIBl 1 HOBOPOXKICHHBIE CAMKH
(Tabnuua 2). IToneBku poAUTENbCKUX BUA0B ObUTH MTOMMAaHbBI B IUKON MPUPOJIE U COJIEPIKAIHCH B
BuBapun bITI1 JIBO PAH u B BuBapuu 3ooiorudeckoro nHCTUTYTa PAH, TaM ke ObLTH TTOJTy9eHBI
U COACPXAIMCh TUOPHUIBI TOJEBOK. bbUIO TpoaHaM3MpoBaHO 29 camIilOB TOJEBOK poja
Alexandromys, 52 camia nosieBok poxa Microtus, 18 camimoB u 10 caMOK XOMSYKOB pojia
Phodopus. Coneprxanue 1 3BTaHa3Us1 )KUBOTHBIX MPOBOIMINCH B COOTBETCTBHUHU C MIPOTOKOJIAMH,
onobperasiMu Komuccueit mo 6mostuke OUL[ UL{ul" CO PAH (npotokon N35 ot 26 okts0ps
2016; mpotokonm N132 or 19 oktsa6ps 2022), KomureroM 10 peryimpoBaHUIO
SKCTIepUMEHTaANbHBIX uccaenaoBanuit OUL[ buonoro-mousennoro wunctutyra [IBO PAH

(mpotokoia N1 ot 25 anpesst 2022) u Komuccueit mo 6uostuke 30010ruueckoro uucturyra PAH.

ITosryyenne oxkpaneHHbIX NapaGUHOBLIX CPE30B U TMCTOJOTHYECKHA aHATU3

Cpasy mocine 3BTaHa3MM BBIACISUIM CEMEHHHMKH B3POCIBIX CaMIOB. TKaHHW CeMEHHHKa
duxcuposanu B 10% 3a0ydepentnom popmanune (HistoSafe®, BioVitrum, Poccus) B TeueHue He
menee 48 wacoB. OOpasubl ObLIM 00E3BOKEHBI B CepuM rpagueHTa stanosa (BioVitrum),
norpyxensl B kcwion (BioVitrum) u 3amutel mapadunom (BioVitrum). 3arem ¢ moMolbio
MHKpPOTOMa IIPOBOJMJIACH CEpUsl Cpe30B TommuHOW 5 MkM. Cpesbl JenapadMHH3HPOBAIH,
OKpalMBaiy reMatokcwinHoMm (BioVitrum) W BOAHO-CIIUPTOBBIM PACTPOBOM J03HMHA C
KOHIIeHTpanuei cnupta 25% u s03una 15% (BioVitrum), MoHTHpOBaiK ¢ moMoIiko Butporemns
(BioVitrum) u ananu3upoBaiu ¢ MOMOIIBI0 MHKpockorma AXxioscop 2 plus (Carl Zeiss, Jena,
['epmanust), ocHamieHHoro kamepoir CCD AxioCam HRc (Carl Zeiss) u makerom 06paboTku

u3obpaxenuit AxioVision (Carl Zeiss).

[{ukn cnepMaTOreHeHoro 3MUTEHS Ha MONEPEYHBIX Cpe3ax CEMEHHUKOB ObLIT OIpeieeH
COIJIaCHO COOTBETCTBYIOIIMM onrcanusm Ha mbirax (Russell et al., 1993; Ahmed and de Rooij,
2009). Cornacho Pacceny u coaBt. (1993) craguu VI-VIII uukna ciepMaToreHHOTO SIUTEHS Y
KJIACCHYECKUX MOJIENBbHBIX BHUIOB (MBIIIb U KPbICA) UMEIOT OJMHAKOBBIM MAaTTEPH KIETOYHBIX
CTaaui: YIJIMHCHHBIC CIEPMATHIbBI, KPYTJbIE CIEPMaTHIbI, TAXUTCHHBIC CIIEPMATOIUTH W
cnepmaroronuu. ['aymtenu u coat. (1998) mokasai, uto obmiast mopdosorus roran Microtus savii
u M. brachycercus 6buta cxoXel ¢ TaKOBO# y MbIIIeH U KpbIC. TakuM 00pa3oM, OrpaHUYCHHE
MophomeTpun KaHanbleB Todbko cramusmMu VI-VIII mo3Bonser cBecTd K MUHUMYMY TaKCOH-
cnenupuiecKyro N3MeHYMBOCThb. Pa3nuunblie craguu npodassl I (JlenToTeny, 3uroreHy, maxuTeHy

n )II/IHJ'IOTeHy) OIMPEACIIAIN 110 COCTOAHUIO XpOMAaTUHA B AApax U C YUCTOM CTaJUU KaHAJIbIlaA.
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Tabmuua 2. IlpeacraButenu cemeiictBa XOMSKOBBIE W HMX BHYTPH- M MEKBUIOBBIC
ruOpuIbl, BomIeAmne B paboTy. B ckpemumBaHUsIX Ha NMEPBOM MECTE€ CTOMT CaMKa. Ha BTOPOM

camer. Pasubie monyssiiun 0603HaueHbI udpoii (Hanpumep, EVA-2).

Bua/CkpemmuBanue AoOpesnatypa  Iloa Yucio
JKUBOTHBIX
Ponurensckue BUIBI
A. maximowiczii MAX 3 4
A. mujanensis MUJ 3 3
A. evoronensis «Apru» EVA g 4
A. evoronensis «29BOpoH» EVE 4 2
M. kermanensis KER 3 1
M. rossiaemeridionalis ROS ) 7
M. mystacinus MYS 3 7
M. arvalis «obscurus» ARV 4 1
M. transcaspicus TRA &) 1
P. sungorus PSU ) 5
P. sungorus PSU Q 3
P. campbelli PCA 3 5
P. campbelli PCA Q 3
MeXIOmyNIMOHHBIE THOPUIBI M THOPHIBI MEXKTy XPOMOCOMHBIMHU pacamMu
A. evoronensis «Apru»-2 x A. evoronensis EVA-2 x EVA-1 3 2
«Apru»-1
A. evoronensis «Apru»-2 x A. evoronensis EVA-2 x EVE 3 3
«9BOpPOH»
MeXBHIOBBIE THOPHUIBI
A. mujanensis x A. maximowiczii MUJ x MAX 4 1
A. evoronensis «Apru» x A. mujanensis EVA x MUJ 3 2
A. mujanensis X A. evoronensis «Apru» MUJ x EVA 3 1
A. maximowiczii X A. evoronensis «9BopoH» MAX x EVE 3 3
A. evoronensis «Apru» x A. maximowiczii EVA x MAX 3 4
M. kermanensis x M. rossiaemeridionalis KER x ROS 3 3
M. rossiaemeridionalis X M. kermanensis ROS x KER 4 4
M. kermanensis x M. mystacinus KER x MYS 3 4
M. mystacinus x M. kermanensis MYS x KER 4 2
M. mystacinus x M. rossiaemeridionalis MYS x ROS 3 8
M. rossiaemeridionalis x M. mystacinus ROS x MYS 3 8
M. arvalis «obscurus» x M. kermanensis ARV x KER 3 3
M. kermanensis x M. transcaspicus KER X TRA 4 2
P. campbelli x P. sungorus PCA x PSU ) 8
P. campbelli x P. sungorus PCA x PSU Q 4

CooTHolleHHEe criepMaTHA M CHEpPMaTOLMTOB | oleHuBanu B ciaydyallHO BBIOpaHHBIX
kananpnax Ha ctagusax VI-VIII. 3maunrtennHoe OTKIOHEHHE HAOIIOIAEMOIO COOTHOIIECHHS OT

OXXHNIacMoro 4:1 cunTanaock MoKa3areyieM HapyIICHUA CICPMATOTICHE3A.
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JleTeKkumsi amonNTOTHYECKHUX KJIETOK ¢ HcmoJib3oBanuem Metoaa TUNEL

Cpesbl kaxaoro oOpasma jaemapadUHU3APOBAIU, MPOMBIBAIH B (HOCHaTHO-COIEBOM
Oydepe ¢ nmocnenyromei gukcanueit B 4% mnapadopmanbaeruae B ¢pocdarno-coiaeBom Oydepe
(pH 8). dparmentrpoBannyto JHK kiaeTok, MOruOmIMX MMyTeM aronTo3a, JCTEKTHPOBAIH C
IOMOIIBIO  OINOCPEIOBAHHOTO  TEPMUHAIBHOW  JE30KCHHYKJICOTHUIMI  TpaHchepazon
ne3okcuypuauaTpudocparnoro medenuss koo (TUNEL) c¢ wucnoms3oBanmem Habopa
peaktuBoB DeadEnd Fluorometric TUNEL System (Promega, CIIIA). Crekna co cpesamu
MOKPBIBAJIM PACTBOPOM C PEarcHTOM, CHWKAIOIIUM HHTEHCHBHOCTH BBITOpAHUS Iperapara
(Vectashield, Vector Laboratories mnu Vectashield with DAPI, Vector Laboratories) u

aHaTM3MpoBaiK 1o Mukpockorom Axioscop 2 plus (Carl Zeiss), kak onrcaHo BbIIIIE.

[IpuroroB/ieHne NpenapaToB pacijiacTaHHbIX XpoMocoM. UMMyHoOKpammBaHue

[Tpenapatsl pacruiactaHHBIX XxpoMocoM CK U3 criepMaToIiTOB MOJIOBO3PEIbIX CAMIIOB U
OOLIMTOB HOBOPOXJEHHBIX CAaMOK OBbUIM MPHUTOTOBIEHBI COTJIACHO OAHOW W3 CTaHIAPTHBIX
metoauk (Peters et al., 1997). M3Bieuennbie roHa sl MPOMBIBAIN B GochaTHO-coeBoM Oydepe
(pH 7.4), ynansiau BHEIIHIOK 000JIOUKY U MIOMENIaIH B TUoToHn4eckuit oydep (pH 8.2, 17 MM
uutpat quruapat Hatpus, 30 MM Tris, 50 MM caxapo3sl, 5 MM DJITA) Ha 60 MUH Ipy KOMHATHON
temneparype. [locine 3Toro 4yacTu CeMEHHBIX KaHAIBLIEB AJMHOW 5 MM WIIM IIeNble SIMYHUKU
u3menbuanu B 40 Mk caxapossl (pH 8.2, 0.1 M) 1o cocTosiHUS CyCTIEH3UH, KOTOPYIO HAHOCHUIIU
Ha [IpeJIBapUTeNIbHO cMoUYeHHbIE (hrukcatopoM (1% p-p napadopmansaeruna, pH 9.2) npenmetHsie
CTEKJIa, OKPBIThIE MONWIM3HHOM. [IpenapaTsl ocTaBisin Ha 2 Yaca BO BIaKHOW Kamepe Mpu
KOMHATHOM Temmepatype, poMbIBaiu 2 pasa 1o 2 MuH B 4% pactBope Fotoflo (pH 8.4, Kodak)

¥ OCTaBJISUTH JI0 TTOJIHOTO BBICKIXaHUs. [ 0TOBBIE MpenapaTsl XpaHuiH mpu Temieparype -20°C.

MIMMyHOOKpaIITMBaHWE MTPOBOIMIOCH COTJIACHO CTaHIapTHOMY mpoTokony (Anderson et
al., 1999). Jl;st 6;10kupoBaHus Hecenn(pUIeCKOTo CBI3bIBaHMs aHTHTEN Mcrmob3oBau 0.1x PBT,
st paszBeaenus anturen — 1x PBT, (3% BSA (Sigma), 0.05% Tween 20 (Sigma) B 1xPBS).
JUnTensHOCTh OJIOKUPOBaHMS AaHTUTENl COCTaBisla 45 MHUH NpH KOMHAaTHOW TeMmepaType.
JImuTenbHOCTh MHKYOAIMH TTPETapaToB ¢ MEPBUYHBIMU aHTUTEJIAMU COCTaBIIsIa 5-12 9acoB mpu
37°C, BTOpWYHBIMH aHTHUTEeTamMH — | dYac Bo BiaxHod kamepe upu 37°C. Tlocme
UMMYHOOKpPAIIIMBaHUS Ipernaparbl IOKPHIBAJIM PACTBOPOM C PEAreHTOM, CHIDKAIOIIUM
MHTEHCUBHOCTH BhIropanus npenaparta (Vectashield, Vector Laboratories min Vectashield with

DAPI, Vector Laboratories).

HCDBI/I'-IHI)Ie AHTUTCJIa, HCITOJIb30BAHHBIC B pa60Te: KPOJHWYbH MOJHUKIOHAJIBHBIC K 6GJ'IKy

narepanbHoro snementa CK SYCP3 (1:500; Abcam), MBIIIMHBIE MOHOKJIOHAJIbHBIE K OENKY
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narepanbHoro snementa CK SYCP3 (1:100; Abcam), MbIIIMHBIE MOHOKJIOHAQJIBHBIE K OEIKY
MLHI1 (1:30; Abcam), kponuubu noaukinoHanbHbIe K 0enky YH2A. X (1:330; Abcam), kponuybu
MOJIMKJIOHANIbHBIE K Oenky neHTpanpHoro anmemeHnta CK SYCPI1 (1:500; Abcam) u anTuTtena

yenoBeka K meHTpomepHbiM Oenkam  (1:70; Antibodies Inc.). Bropuunbie anTtuTElna,

HCIIOJb30BaHHEBIC B pa60Te: AHTUTCJIa KO3bI K I/IMMYHOI‘HO6y.HI/IHaM KpOJIMKa, KOHBIOT'UPOBAHHLIC

¢ Cy3 (1:500; Jackson ImmunoResearch), anTutena Ko3bl K MMMYHOTJIOOYJIMHAM MBIIIH,
koHbstorupoBannbie ¢ FITC (1:30 Jackson ImmunoResearch), anTtuTenma ocma K
HMMYHOTJIOOy/IMHAM 4eJioBeka, KoHbtorupoBanHble ¢ AMCA (1:40; Invitrogen). AnTtuTena

COUCTAJIK B pa3JINYHbIX KOM6I/IHaL[I/I$IX B 3aBUCHMMOCTH OT IIOCTABJICHHBIX 3aJa4.

[Mpenapatel aHanu3upoBaau Ha Mukpockomne Axioplan 2 (Carl Zeiss), o6opyaoBaHHOM
CCD-kamepoii (CV M300, JAIL SAnonus), Habopom pmistpoB CHROMA u nakerom o0paboTKu
uzoopaxenuit ISIS4 (MetaSystem GmbH, ['epmanust). [lonydenHble Ha SMUTIOMUHECIICHTHOM
MHUKPOCKOIIE HW300pakeHHsI 0o0pabaThiBali ¢ TOMOIIbI0 Tpaduueckoro pemakropa Corel

PaintShop Pro X6.

Msbl  wpenTuguuuMpoBanM  noxactaauu  npodassl | meloza ¢ MOMOUIBIO
ummyHonokanuzauun SYCP3, YH2A. X u MLH1. Knetku Ha craguu nenTOTEHBI COAEpk allu
KopoTkue ydactku (opmupyromerocs CK, okpykeHHbIe TUCTIEPCHBIMH O0JIakaMU XpOMAaTHHA,
meueHHoro YH2A . X. B 3uroteHe Mpl Ha0II0JalTi YaCTUYHBIN WM TTOJTHBIA aCHHATICHC XPOMOCOM,
TaKMe Yy4YacTKM ObUIM OTME4YeHbl HHTecHBHbIM curHaioM YHZ2A.X. Hawano mnaxuTeHsl
XapakTepu3oBaJIoch cuHarncucoM Oosiee 90% ayTocoMm, NPEeMMYILECTBEHHOH JIOKalIn3aluel
YH2A.X Ha TI0JIOBBIX XPOMOCOMAaX M €ro TOYEYHBIM IOSIBIIEHHEM Ha ayTocoMax. B kieTkax Ha
CTaJIMU CPEIHEU-TI03/THEN MTaxUTeHbI Mbl HaOMoAanu curHansl MLH1 Ha GonbMHCTBE ayTOCOM,
B TO BpeMs Kak curHan YH2A.X npucyTcTBOBaja TOJIBKO Ha IMOJIOBBIX XpoMocomax. Ha cranum
qumiotensl curHanel MLHI mocreneHHO ucue3anu, Tak ke, Kak U CHHAICHC TOMOJOTMYHBIX
xpoMocoM. [[ns nmanbHeWIero aHaau3a Mbl BbHIOMpanM KIETKM Ha CTaguM CpeIHEN-NO3IHEH

MAaXUTEHBI, €CJTM MEHOTHYECKUI apecT He HaOmroaaincs Ha 0ojiee paHHUX CTaIHsIX.

Tak kKak XpOMOCOMHBIC TUICYHM Y MOJICBOK TPYIHO Pa3liM4aTh C MOMOIIBIO OOBIYHOTO
kapuotunupoBanus (Lemskaya et al., 2010, 2015), Mbl OlleHMBAJU THIBI TEPECTPOCK Y

reTepo3UroT Ha OCHOBE (popMUpyromuxcs B mpodase | cuHanTuyeckux KoHQUrypamui.

DJIEeKTPOHHASI MUKPOCKOIHS NPenapaToB pacijacTaHHBIX XPOMOCOM

Hns ananmsza mnpenapatoB CK ¢ NOMONIBIO 3JIEKTPOHHOTO MHUKPOCKOMA CTEKJIA
okpammBanu Hutparom cepedpa (Howell and Black, 1980) u mokpbiBagu IUICHKOW |3

pactBopeHHoro B xjopodopme 1% mumactuka. C momombio 2% TUIABUKOBOW KHCIIOTHI
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BBIPC3aHHYIO YaCThb Mpfriaparta CHUMAJINW CO CTCKJIA U MOMCUIAJIN Ha CCTOYKU IJISA BHGKTpOHHOfI
MHKPOCKOIINH. I'oToBEIE BBICYHICHHBIC CCTOYKH HCCIICAOBAIN IO JJICKTPOHHBIM MHKPOCKOIIOM

JEM-1400 (JEOL, Toxwuo, SInonus) npu 80 kB B 1ieHTpe KOUIEKTUBHOTO 0JIb30Banus UIIul .

C-nmogoonoe oxpamuBanue DAPI jgas  BbisgBiaeHusi C-KOHCTUTYTHBHOIO

reTepoxpoMaTHHa

C-okpammBaHue MPOBOIWIM Ha Ipernaparax pacljacTaHHBIX CIEPMAaTOLUTOB IMOCTe
UMMYHOOKpPAIIMBAaHUsI COTJIACHO NpOTOKOJdy, omucanHoMy A.Il. JlucaueBbim (2013). Crekina
npombiBaiu B 2XSSC B TeueHHE 5 MUHYT, 3aTE€M ACTHAPATUPOBAIM B CEPUH CIIUPTOB IO 3 MUH:
70%, 80% u 100%. Ilpenapatsl BoicymuBanu u uHkyouposanu B 0,2N HCIl npu komHaTHOI
temneparype B TeueHue 20-30 muH. CTekiia NepeHOCHIN B HACBILIEHHBIN pacTBOpP T'MJIPOKCHIA
Oapus ipu 55°C Ha 5 muH 1 3ateM nHKyOHpoBau B 2XSSC mpu 55-60°C B Teuenne 60 muH. 3ateM

nperaparsl IIOKPBIBAJIM PACTBOPOM C pPCarcHTOM, CHHKAIOIWM HHTCHCHBHOCTL BbII'OpAaHHA

(Vectashield with DAPI, Vector Laboratories).

G-okpamuBanue

K kierounoit kynbrype M. mystacinus, momy4eHHONH U3 MEXpeOEpHON TKaHH, JIFOOE3HO
BeIpaniearoi W.E. [Tpuctsokaiok, nodasnsum kommemu (1Mr Ha 1 MIT cpefibl), OCTaBIIsUTA Ha TPU
yaca. 3areM npoMbiBaii kieTku B DPBS, no6asmsmu 0.25% TpurncuH U OCTaBIsUIM Ha 5 MUHYT
npu 37°C. Knerku, KOTOpble MpHOOpENN OKpPYyriylo (opMy, BBIMBIBAIN CPEIOH, OCaXIaIn
neHtpudyrupoanuem npu 1300 oboporax B MUHYTY B TeueHHE 6 MHUHYT C MOCJIEIYIOIIUM
no6asienueM runoronndeckoro 0.56% pactsopa KCI, B koTopoM KiieTkr OCTaBIIsUM HA 25 MUHYT
npu 37°C. llpedukcannio MpoBOAWIN HECKOJBKUMH KaIUIIMH CMECH METaHOJIa M YKCYCHOU
KucnoTel B mponopuuu 3:1 Ha npay. LleHTpudyrupoBanueMm yaaisiii pacTBOp M HPOBOIMIN

¢duKcanmio KieTok B TeueHre 20 MUHYT Ha JIby, TPHKIbI MEHAA (PUKCATOP.

W3 npuroroBneHHol kietouHoi cycnieH3uu C.A. PomaHeHKo ObLIM MOTy4€eHbI IIpernaparhbl
MeTada3HbIX XPOMOCOMHBIX IUIaCTHHOK. CocTapeHHBIEe TpemnapaTsl B TedeHue daca mpu 60°C
nomemanu B 0.12% pactBop TpurcuHa, pa3BeeHHoro B PBS, npu komMHaTHON TemnepaType Ha
40 cekynn, 3atem mpombiBau 2xSSC. OxpammBanu 10% kpacurenem ['mmsa (BioVitrum),

pa3BEICHHOM B BOJIE, B TeueHHe 30 CEKyH U TPOMBIBAIN B BOJIE.

Hoayuenue Cot-10 JHK

JIHK Boiaensiiu  ¢GpeHoa-XI0po@OpMHBIM METOJIOM M3 ME4YeHM, cepiaua u mouek P.
campbelli, pactBopsimu B TE-Oydepe. [Tonyuennyro uncryro JJHK dpparmenTrpoBanu ¢ noMmomnipro

yJIBTPa3ByKOBOI'O JE3UHTErparopa B TeueHue 2 MuH npu ydactore 22 kl'u. Cpennuilt pasmep
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¢parmentoB coctaBun npumepHo 300 m.H. Konuenrpammio o3ydenHoit JIHK wmsmepsim c
nomotipio ciektpodoromerpa NanoDrop 2000. JJTHK konueHTpanueit 3,5 Mr/mul mojaBepraiu
nenatrypauun B TeueHue 10 muayr mpu 100°C m moMemanu B Jien sl MPEIOTBPAIICHUS

peHaTypauuu.

Peaccounanuro JITHK mpoBonunu B Tteuenune 40 munyt npu 60°C ¢ nobasnenuem 0.2N
pactBopa NaCl. OcraBmmecst B pacTBOpe OJHOLIECTIOYEUHBIEC IMOCIEI0BATEIBHOCTH YIANSUIA C
nomotbio S1 sHIOHYKIIea3sl B TeueHue 75 muHyT npu 37°C u3 pacdera 15 e.a./Mr ucxomHou

JTHK.

Ocaxnenue npopomqwmm 0,8 obbemamu wu3ompomnaHoiia B TedueHue Houm mnpu -20°C,
nearpudyruposamu 10 munyt npu 11000 06/mun u pactBopsimi B TE Oydepe. Konnenrpanus
nonyueHHoit Cot-10 IHK cocraBuna mpumepHo 4 MKI/MII ¢ BbIX0AOM 0Koso 38% oT obiiero

kommdecta JIHK.

®duyopecuentHasn in Situ ruopuauzanus (FISH)

FISH nposomunaces C.A. Pomanenko (;rabopatopus Liurorenernku skuBotHeIx MMKB CO
PAH) no crangapraomy npotokoiy (Romanenko et al., 2006). Panee Obuto mokaszaHo, 4To st
npezcraBuTelelt rpymnisl [laneapkTuyeckux XOMsS4KOB, K KOTOpbIM OoTHOCsTCs P. sungorus u P.
campbelli, Hanbonee MOAXOAANIMM HHCTPYMEHTOM JUIsl BBISBJICHHS TOMOJIOTHYHBIX PailOHOB
ABIIAIOTCS THMOPUAM3ALIMOHHBIE NPOOBI K XPOMOCOMaM CHPUHCKOIO (30JI0THCTOT0) XOMSAYKa
Mesocricetus auratus (Romanenko et al., 2006, 2007). /Ins mpoBeneHusi (GIyopecleHTHON
ruOpUIU3alM  HUCIOJIBb30BAM TMOpUAM3aLMOHHBIE MpoObl  X-xpomocoMmbl M. auratus,
NOJyYeHHbIE IIyTEM COPTHUPOBKM METOJOM HPOTOYHOM IUTO(QIYyOPOMETpUH, B KadyecTBE

koHkypentHoi JIHK ucnons3osanu Cot-10 JITHK P. campbelli.

CrarucTH4yecKHii aHAJIN3

B xo1e uMMyHOQTyOpeCIIEHTHOTO aHaJIM3a UCIOIh30BAIA KJIETKH C HEMOBPEKJICHHBIM
CK; yuuteiBanmu Tosibko pacnojiokeHHble Ha CK curnanst MLHI. C momoinsio nmporpammsl
MicroMeasure3.3 (Reeves, 2001) npoBoAWIM H3MEPEHHE OCHOBHBIX PEKOMOWHAI[MOHHBIX

xapakrepucTk (unHbl CK 1 uncina oOMEHOB Ha XpOMOCOME).

Jlns moctpoeHus: pekOMOMHAIMOHHBIX KapT ObUTN ompe/eseHbl no3unuu cursana MLHI
OTHOCHUTEIIEHO IIEHTPOMEPHI M BBIYHMCICHBI 4YacTOTHl Jokanu3zanmu MLH1 Ha OuBameHnte B

HWHTCpBAJIaX, paBHbIX HpI/I6J'II/I3I/ITeJ'IBHO 1 MKM.

CTaTI/ICTI/I‘-IeCKYIO 06pa60T1<y AAaHHBIX MMPOBOJAWINA C MMOMOMIBIO MPOrpaMMHOI'O ITaKCTa R

(v4.1.3) (R Core Team, 2019), ay1s1 BU3yanu3aliuy CTaTUCTHYSCKUX PACUCTOB HCIIOIh30BAIIH MTAKET
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ggplot2 (v.1.0.7) (Wickham, 2016). B xome CTaTUCTHUYECKUX OIEpalUi Mbl HCIIOJb30BAIH:
nomnapHbelii kputepuit Buikokcona ¢ mompaBkoil benmxamuan-Xox0epra Ha MHOXECTBEHHOE
CpaBHEHHME /I CpaBHEHHMs HaOII0aeMOro M OKUIAEMOr0 COOTHOLIEHHUS CIIEpMaTHa K
cnepmaronuraM |; H-xkpurepuii Kpyckana-Yomiuca Juist poBEpKH CXOXKECTH paclpeneaeHun
MLH1 y pasueix rpynm; kpurepuii Konmoropoa-CMmupHOBa 111 CpaBHEHMSI paclpeleleHUs
curHainoB MLH1 Baonbs ogHUX U TeX k€ OMBAJIEHTOB; OJHONPONOPLIMOHAIBHBIN Z-KPUTEPUH AJIs
OINpeCIICHUs Pa3IM4nil B 4aCTOTE KJIACCOB MEXAY IpyIIaMH dKCIepuMeHTa; t-rect CTbrofieHTa
u t-test Bemmua ns cpaBHeHHMs o0miero koiauvectBa curHaioB MLHI Ha kieTky, ¢ momnpaBKoi
Bondepponn Ha MHOXXECTBEHHOE CpaBHEHHe, e HeoOxonumo. Ha BBIOOp KpuTepusi BIMSIH

pasmep BBIOOPKH M OCOOEHHOCTH XapaKTEPUCTUK pacTIpeIeTICHHUS.

I[aHHBIe B TCKCTOBBIX Ta6J'II/II_[aX MMpCACTAaBJICHBI B BUAC CPECAHUX 3HA4YCHUH U CTaHAAPTHBIX

OTKJIOHCHHMH HIIH CTaHTapHHOﬁ OIINOKHU CpPCOHCTO.
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PE3YJIbTATBI

1 'nOpuaHas cTepuIbLHOCTB y IpeacTaBuTelieil poaa Alexandromys, Tpu6a Arvicolini

AHaNM3 Mocie10BaTeNbHbIX 3TANOB KAPUOTUIIMYECKOW HBOJIIOIMU OT WHIUBUYAIbHOU
W3MEHYMBOCTH K JUBEPIEHIMH MEXAY NOMYJSALMIMU, XPOMOCOMHBIMU pacaMu M, HAKOHEI,
BUJAMH OCOOCHHO BaKeH JMJI HAIero IMOHUMAHUS POJM XPOMOCOMHBIX IEPECTPOEK B
BHJ000pa3oBannu. COBpeMEHHAsl BEPCHS THIIOTE3bl XPOMOCOMHOI'O BUJ000pa30BaHuUsl YKa3bIBAET
Ha BaXHOCTb XPOMOCOMHBIX TEPECTPOEK B OrPAaHMYEHHUM TIOTOKA TE€HOB  MEXIY
NOmyJsIUsIMU/BuAaMu. VI3BeCTHO, 4YTO XpOMOCOMHBIE TEpPECTPOMKH MOTYT MPUBOAUTH K
CEpbe3HBbIM HApPYIICHUSM MeHo03a: HENMpaBHIBbHOHM cerperamuu XpomocoM B Meradaze | wiu
CEPBhE3HBIM HAPYIICHUSIM CHHAIICHUCA U PEKOMOMHAIIMU. JTO B CBOIO OY€pE/lb, BHI3BIBACT THOECIH
rameT u, Kak CIeJCTBUE, — THOPUIHYIO CTEPUIILHOCTh. OTHAKO OCTAETCsl HESICHBIM, KaKO€ YHCIIO
MEPECTPOEK SIBISIETCSA JOCTATOUYHBIM yCIOBHEM 17151 (HOPMUPOBAHUS THOPUTHOM CTEPHIIBHOCTH, a

TaK)Ke Kakou JToJKHa OBITH CJIOJKHOCTH CaMHX IICPECTPOCK.

BuyTtpuBuoBsie rubpuibl A. EVOronensis 1 MexXBHIOBbIC THOPHIBI TPSIMOTO U 0OPaTHOTO
HampaBJICHUH CKpeIlMBaHUi mojeBok A. evoronensis, A. mujanensis u A. maximowiczii
OJM3KOpOJCTBeHHBIX BUOB poaa Alexandromys (Puc. 2) sBisitOTCS XOpOLICH MOJACNBIO IS
u3ydeHust (GOpMHUPOBAHUSA TMOPUAHOM CTEPUIBHOCTH Ha PaHHUX 3Tamnax BUI000pa3oBaHUS B
KOHTEKCTE XPOMOCOMHOI'O BHI000pa3oBaHMsl. OTH BUIbl XapaKTEPU3YIOTCS  MaJbIMU

ABOJIIOIIMOHHBIMU PACCTOSHUSMH M BBICOKOM KapUOTHUIIUYECKON TUBEPTEHIUECH.

A. maximowiczii 71eMOHCTPUPYET KaKk BHYTPH-, TAK U MEXKITOMYJISAIIMOHHBINA MTOJTUMOP(HU3M
10 psIIy HEHTPOMEPHBIX CABHIOB, HHBEPCHH, CIMSHUM W IOJHOIUICYCBBIX TPAHCIOKAIUH
(Kartavtseva et al., 2008; Lemskaya et al., 2010). Cpean A. mujanensiS ObLIM OIMHCAHBI
reTEPO3UIOTHI [0 TIEPUIIEHTPHYECKUM HHBEPCHSIM HIIH IIEHTPOMEPHBIM CIIBUTAM B YETBIPEX ITapax
xpomocom (Lemskaya et al., 2015; Kartavtseva et al., 2019). KaproTurisl XxpoMocoMHbBIe packl A.
evoronensis «Apru» u «IBOPOH» OTJIMYAIOTCS APYr OT JApyra MO CEPHH TOJHOILICYEBBIX
XPOMOCOMHBIX CIIMSTHMI/pa3eicHuidi W JUId KaKIod W3 pac ObUT OMHCaH XPOMOCOMHBIH
HOJUMOP(GU3M IO PsAy LEHTPOMEPHBIX CIBHIOB, WHBEPCHM, CIMSHHAN M ITOJHOIUICYEBBIX
tpancnokarmii (Kartavtseva et al., 2021a, 2021b). XpoMocoMHbIe MEPECTPONKH, pa3InYAOIINE
KapuoTHIIBI A. VOronensis, A. mujanensis u A. maximowiczii, 1o cux mop He OMKUCaHBI C TOMOIIBIO
TOYHBIX I[UTOTCHETHYECKMX METOJ0B. BpeMs JMBEPreHIMH MEXIy STHMH TpPEMs BHIaMH
onenuBaercs npumepHo B 110 Teic. met (Bannikova et al., 2010, 2019), ognako ObUTO TIOKa3aHO,

YTO MX MEKBHIAOBBIE THOpHIBI 000uX moJioB ctepribHbl (Meyer, 1994; Meyer et al., 1996).
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1.1 I'ucronoruyeckuii anajau3 ruopuaoB poaa Alexandromys

I[JISI OLCHKHU CTCIICHU HAPYIICHUA IraMCTOIrCHE3a HAMU OBLIO MMPOBCACHO I'CTOJIOTHYCCKOC
HCCICJOBaHUEC T'OHAd MECEXKBHIOBBIX FI/I6pI/I,I[OB, FI/I6pI/I,I[OB MCXKAY pa3HbIMU MONMYJIAIHUAMHU H

XPOMOCOMHBIMH paCaMM OJHOI'O BUJid, B CPABHCHUU C TOHaJAaMH1 ocobel POOUTECIBCKHUX BUOOB.

1.1.1 OcobenHocTH cnepMaToreHesa y BHYTPUBHMIOBBIX TIeTepO3UIOT IO
XPOMOCOMHBIM IepecTpoiiKkaM

['ucronornueckuif aHanu3 BBIIBWI HOPMAlbHOE CTPOCHHE CEMEHHHMKOB Y BCEX
MPEJICTAaBUTENICH POJUTEIBCKUX BUIOB U MEXKIOMYISIUOHHBIX THOPUIOB MEXKAY MOTOMKAMH
ocobeii A. evoronensis, otiosieHHbIX 0au3 cena Yermombin (EVA-1), u motomMkamu ocobeid,
OTJIOBJICHHBIX Ha Oeperax peku Apru (EVA-2). PaccTosiHre MEXIy 3TUMH TyHKTAMU OKOJIO 450
KM 110 TIipssMoii. Bo Bcex uccienoBaHHbIX 00pa3iax Mbl He 0OHAPYKWIM HApYIICHUH KIETOUHOTO
[UKJIA SMUTeNHsl ceMeHHbIX KaHanbleB (Puc. 3A, B). CpemHee COOTHONICHHWE CIIEPMATHI K
cnepmaronuram I y EVA1 x EVA2 cocrasnsno 3.61:1, 4To CyliecTBEHHO HE OTIMYaIOCh OT
Habmoaemoro y camioB EVA (3.35:1) (monapusiit kpurepuii Bunkokcona, P = 0,44). Ananus
metogqoM TUNEL BbIsiBUI HEOONBIIOE KOJIMYECTBO AamONTOTHYECKUX KIETOK B HEKOTOPBIX
KaHaJIbIIaX 3TUX CaMIIOB. Y JIByX MEKPACOBBIX THOPUIOB A. BVOroNnensis « Apru» X A. evoronensis
«2BOpoH» MBI HaOIO K Ty ke Kaptuny (Puc. 3B, I'). Onnako y ogHoro rubpuia A. evoronensis
«Apru» X A. evoronensis «9BOpOH» CIEpMaTOTreHe3 MPOXOIUI TOJBKO 10 CTaAMH pPaHHHX
crepMatonuToB. OTHOIIIEHUE CTIEPMATH]I K CIIEPMATOIIUTaM ObLIO 3HAYUTEIHHO HUXKE, YEM Y €T0

6patwes (0.05:1), monmapuslii kpuTepuii Bunkokcona, P = 8,4%10712),

1.1.2 OcoOeHHOCTH crepMaTOreHe3a y Me:KBHAOBBIX ruopuaoB A. maximowiczii, A.
mujanensis u A. evoronensis

VY Bcex MEKBHIOBBIX THOPHIOB ObLITH BBISIBIICHBI HAPYIIICHUS CIIEPMATOTeHE3a Pa3InIHOM
crerienu. CTeneHb MPOXOXKICHUS CliepMaToreHe3a Oblila BapruaOeIbHOM [UIS Pa3HBIX CEMEHHBIX
KaHaybleB THOpuAa A. mujanensis X A. maximowiczii. B HEKOTOpBIX W3 HUX CHEpPMATOTrCHE3
OCTaHABIIMBAJICS HA CTaIUU MMaXUTEHBI, U MBI HAOJI0Ja]Ti HAKOIUIEHHE CIIEPMATOIMTOB. B Apyrux
KaHaAJIbIaX MbI JETEKTHPOBAIM KaK OKPYIJIble, TaK W YUIMHEHHBIC CIEPMATHIBl U HE3peIbIe
aHOMAJIbHBIC CIIEPMATO30U/bI, XOTA W B HeOoubiom kommuectBe (Puc. 2]1). Kpyribie
criepMaTubl ObUTM OJMHOYHBIMHA WJIM arperupoBaHbl B MHOTOSJICPHBIC CHHIIUTHAIILHBIC
AJIEMEHTBI Pa3HOTO pa3Mepa, CXOIHbIE ¢ onrcanueM y Meiiep ¢ coaBt. (1996) st ruOpu0B 3TOrO

CKpEIIMBaHMUS.



EVA x MAX

Pucynox 3. I'ncrooruueckue cpe3bl CEMEHHbBIX KaHAbIEB A. eVoronensis «Apru» (EVA,
A, B), A. evoronensis «Apru» x A. evoronensis «9sopon» (EVE, B, I'), A. mujanensis x A.
maximowiczii (MUJ x MAX, ]I, E), A. evoronensis «Apru» x A. mujanensis (EVA x MUJ, XK, 3),
A. maximowiczii X A. evoronensis «3Bopou» (MAX x EVE, U, K) u A. evoronensis «Apru» x A.
maximowiczii (EVA x MAX, JI, M). I1epBblii U TpeTHii CTOIOIBI: OKPAIINBAHUE FE€MATOKCUIIH-
703MHOM. BTOpoii u yerBepThiit cTonOubl: okpamuBanue merogoM TUNEL, koTopslii mo3Bossier
JIETEKTHUPOBATh allONTOTUYECKUE KIIETKH criepmaToreHHoro snutenus. Cunnit — DAPI, 3enensbriit
— TUNEL. SPG, cnepmaroronuu; SPC, cnepmatouutsl; SPTD, cnepmatuas;; SPZ,

cnepmaro3ouabl. Macmrad: 20 MKM.
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OTtHomIeHue crepMaTH K criepMaTonuTam | ObIIIO 3HAUYNTENBHO CHIDKEHO Y rudpuaa A.
mujanensis X A. maximowiczii (1.35: 1) nmo cpaBHEHUIO ¢ HAOIIOAEMBIM y CAMIIOB POJIUTEIBCKHUX
BUIOB (MOMapHBIA TecT Buikokcona, P = 4.7*10°%). Dro ykaselBaeT Ha OCTAaHOBKY
criepMaToreHe3a B YacTH KaHAIBIEB HAa CTAaaUM ClepMarhi. B HEKOTOPHIX KaHAaJbIaX MbI

HabOmoianu rudens cnepmatouutoB (Puc. 2E).

Cpe3bl CeMEHHUKOB OJTHOTO THOpHia A. eVOronensis « Apru» X A. mujanensis ObLUTH CXOXKH
¢ TakoBbIMH y A. mujanensis X A. maximowiczii (Puc. 3K, 3). OTinure Kacaaoch KOJINYECTBA U
BHEIIHEro Buaa crepMmartua. OHM ObUIM MEHEe MHOTOYMCICHHBI M OOpa30BBIBAIM MEHBIIE
MHOTOSIJICPHBIX KIIETOUHBIX 3JIEMEHTOB. MBI 00HAPYKUJIM HECKOJIBKO HE3PEIBIX CIIEPMATO30UI0B.
VY apyroro rudpuma A. evoronensis «Aprui» X A. mujanensis criepMaToreHes OCTaHaBIMBAJICS Ha
CTaJIMU CIIEPMATOLHUTOB |, C TIOC/IEAYIONIEM X HaKOIUIEHHEeM. Takyro e KapTHHY MbI Ha0JII01a/IH
y peuunpokHoro rudpumHoro camia A. mujanensis X A. evoronensis «Apru». Cpemnee
COOTHOUICHHUE CIIEPMATH/] U CLIEPMATOLUTOB | y THOPHIOB, MOTyYEHHBIX OT 000X CKPEIINBAHHH,
Obu10 3HauuTenbHO Hke (0.15:1), uem y poaurenbckux ocoOell (MomapHbId KpUTEpUi

Bunkokcona, P = 7,9%10 ~14),

VY tpex rubpuaos A. maximowiczii X A. evoronensis «9BopoH» CriepMaTOreHe3 MPOX 0Tk
710 CTaJH TAXUTEHBI, ¢ mocieayromei rnoensio ciepmaronntos (Puc. 31, K). V nByx rudpumnos
A. evoronensis «Apru» X A. maximowicCzii crepMaToreHe3 OCTAaHABIWBAJICA Ha CTaIUH
CIepMaToLMTOB |, Ipu 3TOM KJIETOUHBIH MMy ciepmarounToB Obl1 ymenblieH (Puc. 3JI, M). Eme
y OBYX rHOpumoB A. €VOronensis «Apru» X A. maximowiczii cnepMaToreHe3 MpOIBHHYIICS J0
CTajuu criepMaTua. Mbl TETEKTUPOBAIM B KaHAIbLAX HECKOJBKO CIIEPMATHII, H30JIMPOBAHHBIX
WK 00BETMHEHHBIX B MHOTOsIIEpHBIC 00pa3oBanus. [Ipu 3ToM y Bcex rubpumo A. maximowiczii
X A. evoronensis «2Bopon» u A. evoronensis «Aprm» X A. maximowiczii criepmMatro30uI0B B
KaHaJbIIaXx He HaOmoaanock. CpeaHne OTHOUICHUS CIepMaTH]I K criepMaronuTaM | y rubpumos
A. maximowiczii X A. evoronensis «9Bopon» (0.05:1) u y rubpumos A. evoronensis «Aprm» X A.
maximowiczii (0.13:1) ObLIM JOCTOBEPHO HHKE IO CPABHEHHUIO C POIUTEILCKUMH BHIaMHU

(momapHbIit kputepuii Bunkokcona, P = 2,0 *107™° u P < 107%, cooTserctBenHO).

Takum 00pa3oM, y BCEX POAMTENBCKHX BHJIOB, MEXIOMYIALIMOHHBIX U BCEX, KpOME
OJIHOTO, MEXpPACOBBIX THOPHIOB Mbl HAONIOAANM TIOJOBBIE KJIETKM Ha BCEX CTaAMSIX
CIiepMaToreHesa, NMpu STOM OTHOIICHHWE cliepMaTHA K clepMmaronuTaM | He oTiIMyYanoch y
rHOPHUIIOB M POIUTENIBCKUX BHJIOB, YTO CBHUJETEIBCTBYET O MOTEHUMAIBHOU (hepTUIBHOCTH
cam1oB. OJJHaKO y BCEX CaMIIOB MEKBH/IOBBIX THOPUIOB CliepMaToreHe3 Obul 3aMETHO HApYIIIEH.
[Tpu >TOM TUOpPUIBI pa3nUyalIUCh O CTENIEHU HapylleHus ramertoreHe3a. Hamnbomnee Tskenbie

abeppallud M OCTaHOBKa cliepMaTOreHe3a MPEUMYIIECTBEHHO Ha CTaJud MEHOIMTOB C
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TOCJICAYIOIIMM aIlONTO30M ITOJIOBBIX KJIETOK HAaOMI0Jamch y THOpHI0B Mexay A. maximowiczii
u A. evoronensis. I'mOpuasl A. mujanensis ¢ 3TUMH JByMsi BUJaMH IIOKa3bIBAIM MCHEE

BBIPAKCHHBIC HAPYIICHH.

1.2 llnToreHernyeckuii anajau3 ruopuaos poaa Alexandromys

CoryiacHO JaHHBIM THCTOJIOTHYECKOTO aHaM3a CEMCHHBIX KaHAJBbIIEB CIIEPMATOreHE3 He
ObLT HApYILICH Y BHYTPUBHUIOBBIX THOPHIOB MEKIY Pa3HBIMU XPOMOCOMHBIMH PacaMu, TOT/1a Kak
y BCEX MEXBHIOBBIX T'MOpUIOB mojeBok A. evoronensis, A. mujanensis u A. maximowiczii
CriepMaToOreHe3 OCTaHABIMBAJICS Ha CTAJMKM MEH03a B YaCTHU KaHAJBIICB MJIM BO BCEX KaHAJIbIIAX.
JInisi BBISIBICHUS [IUTOJIOTHYECKUX MEXaHHU3MOB (POPMHUPOBAHUS TMOPUIHONW CTEPUIIBHOCTH MBI
POAHATU3UPOBATM OCOOCHHOCTH CHHAIICHCA U PEKOMOHMHAIIMH XPOMOCOM C MOMOIIBI0 METOa
ummyHonokanu3anua SYCP3, SYCP1, MLH1 u yH2A.X. SYCP3 u SYCP1 mapkupyroT 60KoBOM
u ueHrpanbHbiid amemenTsl CK, coorBerctBenno (Zickler and Kleckner, 2015), MLH1 — mapkep
no3aHUX pekomMOuHanuoHHbX y3enkoB (Guillon et al., 2005). yH2A.X BoBicueH B IyTh
penapupoBaHus ABYHHUTEBBIX pa3pbiBoB JIHK u MeHOTHYECKYI0 WHAKTHUBAIMIO HECTAPEHHOIO

XpOMaTHHa, B TOM YHCJIe — MEHOTHYECKUN CalJICHCHHT MOJIOBBIX XpoMocoMm (Turner, 2015).

JKuBoTHBIC, y4acTBOBABIIIKE B aHAIU3E, PA3IHYAINCH IO TUITY U CIIOKHOCTH OXKHIaEMbIX
CHHANTHYeCKUX KoHpuryparmii. CaMilbl pOAUTEILCKUX BUIOB ObLIH MO0 KapUOTHITHMYCCKUMH
TOMO3UTOTaMH, JTUOO MPOCTHIMU TETEPO3UTOTAMHU TI0 OJHON WM HECKOJIbKHM TEPECTPOUKAM:
CIIUSHUAM XPOMOCOM, TPaHCIIOKAIMSIM, MTEPUIIEHTPUICCKUM WHBEPCUSM W/WJIHM IIEHTPOMEPHBIM
caBuraMm. B KiieTkax Ha CTaJHUU MAXUTEHbI KAPHOTHITHIECKH TOMO3UTOTHBIX CAaMIIOB MBI OKH AT
JIETeKTUPOBaTh OMBAJICHTHI 0€3 HapylmIeHWW cHHaTcuca. KIETKH y MPOCTBIX T'€TEPO3UTOT MO
CIIUSIHUSIM XPOMOCOM JIOJDKHBI COJICPKATh TPUBAICHTHI, COCTOSIIHAE W3 METAllCHTPHUYECKOU
XPOMOCOMBI U ee akporeHTpuueckux mapraepos (Forejt, 1979; Garagna et al., 2014). ITpocteie
TeTEPO3UTOThI 10 HWHBEPCHUSAM WM CMEIHICHUSAM IIEHTPOMEP JOJDKHBI JIEMOHCTPHUPOBAThH
rerepoMopdHbIe OUBAIEHTHI C MHBEPCUOHHBIMU METIISIMUA WM CO CMEIICHHBIMU [IEHTPOMEpPaMHU
(Poorman et al., 1981; Moses et al., 1982; Torgasheva and Borodin, 2010). ¥V cnoxHbIx
TETEPO3UTOT IT0 MHOTHM XPOMOCOMHBIM ITEPECTPOIKAM B X0/1€ TOMOJIOTHYHOTO CHHAIICHCA MOTYT
00pa30oBBIBATHECSA MYJIbTHBAICHTHI B (hopme mermouek miam koserr (Matveevsky and Kolomiets,

2016; Belonogova et al., 2017; Borodin et al., 2019).

1.2.1 CuHancuc ¥ peKoMOMHAIMSI XPOMOCOM B MaxuTeHe y cammoB A. maximowiczii,
A. mujanensis u A. evoronensis, rerepo3uroTHHIX M0 XpOMOCOMHBIM TepecTpoiikam

Alexandromys maximowiczii
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JlBa M3 yeThIpeX UCCICIOBAHHBIX caMI[OB A. MaximowiCzii ObUTH TOMO3UTOTHBIMHU 110 BCEM
XpoMocoMaM, MOJUMOP(HBIM y 3TOrO BUAA. Y 3THX CaMIIOB MbI HAOIIOJAIA TOTHOIECHHBIN
CUHAICHC U PEeKOMOMHAIIMIO ayTOCOM U MOJIOBBIX XpoMocoM. [loutu Bce ayTocoMHbIe OUBaIEHTHI
ObUIM mosHOCThIO cuHanTupoBaHbl (Puc. 4A-B). B 3% (1 u3 61) kineTok Ha ctaauu cpeaHeii-
MO3JHCH MAaXUTEHBl y OJHOTO camia Obula OOHapyKeHa Mapa YHHUBAJIEHTOB. BOJIBIIMHCTBO
OMBaJICHTOB MMeNM 10 KpaiiHell Mepe onuH curHan MLHI1 (Puc. 4A-B). X- u Y-xpomocomsl
CHHAIITUPOBAJIM APYT C APYyroM, 00pasys mosioBoi 6uBaneHt (Puc. 4A-B, Puc. 5A-b) u nmonosoe
Tenblle, KOTOpoe ObUIO MOKPHITO 00sakoM YH2A. X, 4yTO yKa3bIBaeT Ha €ro TPAHCKPUIILUMOHHYIO

nHaktuBaiuo (Puc. 5B).

JlBa npyrux camia A. Maximowiczii ObUIM TETEPO3UrOTaMHU IO Pa3HBIM BapUaHTaM
XpoMocoM. B maxuTeHHBIX MpemapaTax OJHOTO M3 HHUX Mbl HAOIIOAANU TMOJHOCTHIO
CHUHANTHPOBAaHHBIE TreTepoMOp¢HbIE OUBAJICHTHI CPETHETO pa3Mepa C JBYMsI HEBHIPOBHEHHBIMU
nenTpomepamu (Puc. 45). Mb1 He Habmoganu curHanoB MLH1 B ydacTtke OmBasieHTa MEXIy
LIEHTPOMEpaMHM, TOTJla KaK Apyras 4acTb OWBaJICHTa Bcerja conaepxana oauH curHan MLHLI.
Takoe pacnpezenieHre MO3AHUX PEKOMOMHAIIMOHHBIX Y3€IIKOB XapaKTEepPHO AJI T€TEPO3UTOT IO
NEPULICHTPUYECKON WHBEPCHHM B clydae, KOrJla HHBEPTUPOBAaHHAs 0O0JAacCThb HErOMOJIOTHYHO
CHHANTHPOBAaHA C HEUHBEPTUPOBAHHBIM IAPTHEPOM M, CJIEAOBATEIbHO, KPOCCUHIOBEP

OKa3bIBaeTCsI MOJHOCTHIO Mo1aBiieHHbIM (Torgasheva and Borodin, 2010).

B kieTkax Ha CTa iy MaXWUTEHbI y YeTBEPTOro camiia A. maximowiczii Ml 0OHAPYKHITH
Tpu rerepomopdHbix OuBanenta (Puc. 4B). ¥V aByx u3 HUX (HEOONBIIOTO U CPEIHETO pa3Mepa)
nepBas IIEHTpoMepa HaXxoAuIach Ha KOHIIE OMBAJICHTa, a BTOPasi — B CepeIMHE. DTO yKa3bIBaeT Ha
TreTePO3UTOTHOCTh TI0 TEPHUIICHTPUYECCKOW HWHBEPCHUU WJIM ICHTPOMEPHOMY CHABHTY. Tperuid
rerepoMopdHBIi OUBATIEHT MPEICTABISLT COOON KPYIMHBINA METAlEHTPUK, COACPKAIIUN IITUIBKY
B MIPUIIEHTPOMEPHOI 00JaCcTH, IPHUUEM OJIHA IIEHTPOMEpa pacioiarajiach Ha BEPIIUHE IIMUIIBKHY,
a Jpyrasg — B €e OCHOBaHHH. BeposiTHO, 3TO CIENCTBHE T'e€TEPO3UTOTHOCTH 10 aMIUTH(pHUKAINN
MEPUIICHTPUYECKOTO XpOMaTHHA. Pa3mMep MIMIiIbku BaphUPOBAT MEXKIY KIIETKaMH. B HEKOTOPBIX
KIIETKaX CTPYKTypa OTCYTCTBOBaJa, a IICHTPOMEpPHl OBUIM BBIPOBHEHBI  BCIICJCTBUE
cuHantuueckoi noaronku (Puc. 6). [logo6nast meiioTuueckast kKoHpUrypaius Obliia 0OHapyKeHa

panee y Heckonbkux camiioB Microtus arvalis (Borodin et al., 1992).
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Pucynok 4. CriepmaTtonuThl Ha ctaauu nmaxuteHsl A. maximowiczii (MAX, A — B), A.

mujanensis (MUJ, I'), A. evoronensis «Apru» (EVA, J1, E) u A. evoronensis «9sopon» (EVE, XK,
3). [IpencraBuTeny poJUTEIbCKUX BUAOB ObUIM TOMO3UTOTAMU IO XPOMOCOMHBIM IepecTpoiKaM
(A, T, I, ’K) umu rereposuroramu (b, B, E, 3). Kpacuerit — SYCP3, 3enensiit — MLH1, cunmii —
HeHTpoMepHble 0enku. CTpesKu yKa3blBalOT HAa HEBBIPOBHEHHBIE LIEHTPOMEPHI FeTepOMOPPHBIX

ouBasieHToB. Macirad — 10 MKM.



EVA x EVE

MUJ x MAX

K

EVA x MAX
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Pucynox 5. CrnepmaromuThl Ha CTaAMM MAXUTEHBbl WM MMAaXUTECHO-TIOJOOHOW CTaJuu
nojieBok poxaa Alexandromys. IlepBast cTpoka: KJISTKH Ha CTaUM MaXUTCHbI Y POIUTEIHCKOTO
Buga A. maximowiczii (MAX, A-B). Bropas cTpoka: KJIETKH Ha CTaJWHd IAXUTCHBI Y
MEIKITONYJIAIIMOHHBIX THOPHI0B A. €VOronensis « Apru» x A. evoronensis «9sopon» (EVA X EVE,
['-E). TpeThs cTpoKa: KJIETKM Ha TMAXUTEHO-TIOJOOHON cTaauy y MEXBHUAOBBIX THOpPHIOB A.
mujanensis X A. maximowiczii (MUJ x MAX, JK-1). YerBepTas cTpoka: KJIETKH HAa MaXUTEHO-
0 J00HOM CTaJuu y MEXBHIOBBIX THOpUAOB A. evoronensis «Apru» X A. mujanensis (EVA X
MUJ, K-M). I1saTas cTpoka: KJIETKHA Ha MaXUTEHO-TTOJ00HOMN CTaNK Y MEXBUIOBBIX THOpUIOB A.
evoronensis «Apru» X A. maximowiczii (EVA x MAX, H-II). CtonOupl COOTBETCTBYIOT
UMMYHOOKpammBanuto meotnueckux Oenxo: MLH1, SYCP1 u yH2A.X, cooTBeTcTBEeHHO.
CrTpenku yKa3blBalOT Ha YHUBAJICHTHI WM ACHHANTHPOBAHHBIC PAOHBI XPOMOCOM, IOJIOBBIE

XpoMocombl 0003HaveHbl X 1 Y. Macmrad — 10 Mkm.

Pucynok 6. [luHaMuKa CHHANTHYECKOW MOJITOHKH Te€TepOMOpPPHOro OHWBaJieHTa B
cnepmatorurax A. maximowiczii (BepXHWH psA) M COOTBETCTBYIOUIME CXEMaTHYHBIC
u3o0paxkenust CK (amxuuit psn). Kpacusrit — SYCP3, 3enenstit — MLH1, cunuii — neHTpoMepHsble

oenknu. Macmrad — 10 MrMm.
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Alexandromys mujanensis

Bce Tpu camiia A. mujanensis, HCIOJb30BaHHBIC B 3TOM JKCICPUMEHTE, OBLIH
TOMO3UTOTHBIMHU 110 XPOMOCOMaM, JUISi KOTOPBIX paHee ObLIM OMUCAHBI MOJUMOPGHBIC BAPUAHTHI
(Lemskaya et al., 2015; Kartavtseva et al., 2019). MbI He HaOIIOgaIH HAPYIICHHH CHHAIICKCA U

pEKOMOMHAILIUK ayTOCOM U MOJIOBBIX XpoMocoM (Puc. 41N).
Alexandromys evoronensis «Apru»

JlBa camiia A. eVOronensis «Apru»-2 oka3aarch rOMO3HIOTHBIMH [0 BCEM XPOMOCOMaM,
nosmmMop(dHBIM Y 3TOM packl. Bce 17 ayTocoMHBIX OHMBAJICHTOB W TMOJIOBOWM OuBaneHT XY
JEMOHCTPHUPOBAIM HOPMAJILHBIN CHHAIICHUC U PEKOMOMHAIINIO Ha cTaguu naxuteHsl (Puc. 4]1). Mbr

He 00HApYKUJIM AyTOCOMHBIX YHUBAJICHTOB HU B OJTHOM M3 UCCIIe0BaHHbBIX KieTok (Tabmuma 3).

Tabmuuma 3. IluToreHeTHYECKHE XapaKTEPUCTHKH crepMaTonuToB A. maximowiczii
(MAX), A. mujanensis (MUJ), A. evoronensis «Apru» (EVA), A. evoronensis «9sopon» (EVE),
U UX BHYTPHU- U MEXKBHJIOBBIX TMOpUIOB. JlaHHBIE TIPUBEICHBI B BHUJE CPEIHEEECTaHIAPTHOE
oTKJIOHeHHe B ciaydae yucina MLH1 Ha xneTky m cpemHeetcTaHmapTHas OMIMOKAa CPEeIHEro B

CJIydace IpeaAcCTaBJICHUA JOJU KIIETOK C aCHHAIICUCOM XpPOMOCOM.

Camkn  CamMubl Ilon 2n FN Yuciao Yucao MLH1 na Joasi KJeToK ¢
SKMBOTHBIX KJIETKY acuHancucom (%)
(oOmree yncI0 (oOmree yncsao
KJIETOK) KJIETOK)
POI[I/ITGJ'II)CKI/IG BUBI
MAX MAX 3 40-42  56-60 4 23.9+2.2 (181) 1.0+15.0 (186)
MUJ MUJ 3 38 49 3 20.2+1.6 (101) 0 (101)
EVA EVA 3 36 53-54 4 20.7£2.0 (172) 5.0+£32.0 (153)
EVE EVE 3 40 5354 2 22.0+1.1 (146) 0 (146)
Me)l(l'[Ol'[yJ'[S[LIHOHHLIe FI/I6pI/II[I>I u FI/I6pI/II[I>I MEXAY XPOMOCOMHBIMU pacaMu
EVA-2  EVA-l 3 36 54-55 2 20.5+1.5 (105) 0 (105)
EVA-2 EVE d 38 53-54 3 21.1£1.3 (109) 0 (109)
MeKBUIOBBIE THOPHUIBI
MUJ MAX 3 41 55 1 213433 (31) 100.0+0.0 (31)
EVA MUJ 38 37 50 2 HET 100.0+0.0 (30)
MUJ EVA 38 37 52 1 HET 100.0+0.0 (7)
MAX EVE 3 40 57 3 HeT 100.0+0.0 (50)
EVA MAX 3 39 5556 4 233422 (4) 100.0+0.0 (107)

JlBa camma A. evoronensis «Apru»-1 ObUIM TETEPO3UIOTAMH IO MEPUIICHTPUICCKUM
MHBEPCHSIM WIH LICHTPOMEPHBIM CIBUTaM B JBYX I1apax ayTocoM cpenHero pasMepa. OnHa mapa
COCTOsJIa M3  METALCHTPUYECKOM W aKpPOLEHTPUYECKOM XpPOMOCOM, a Jpyras U3
CcyOMeTareHTpUIeCKOW U aKpPOLIEHTPUUIECKONH XpoMocoM. MbI He oOHapy)uau curaamoB MLH1
MEeXIy IeHTpoMepaMu retepoMopdHbix 6uBaneHToB (Puc. SE). ¥ 06enx mpocThIX TeTepo3uroT

NEPECTPOCHHLIC XPOMOCOMBI OBbLIN TOJIHOCTBIO CHHAIITUPOBAHbI Ha CTaJAUU CpCHHGﬁ-HOBHHCﬁ
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naxuTeHbl. Mpl He HaOmomanu wmedeHus YH2A.X Ha reTepoMOp(HBIX CHHANTHYECKUX
KOH(HUTypanusax. ITO yKa3blBaeT Ha TO, YTO MEPECTPOCHHBIE TOMOJIOTH 3aBEPIININ CHHAIICUC U
perapanuio ABYHUTEBBIX Pa3pbIBOB, H KJIETKH MOTYT OECIPENsATCTBEHHO NMPONTH KOHTPOJIBHYIO

TOYKY IIaXUTCHBI.

B pesynbrare ckpemmBaHus TOTOMKOB TOJEBOK, OTJIOBICHHBIX B pailoHe OeperoB peku
Apru (A. evoronensis «Apru»-2), ¢ OTOMKaMH TOJIEBOK, OTJIOBJICHHBIX y cena Yermombin (A.
evoronensis «Apru»-1), ObUTH MOTYYEHBI 1BA MEXKITOMYJISALMOHHBIX THOPUIHBIX caMmIla. Y OJJHOTO
13 ruOpUJIOB B CIIEPMATOLIMTAX HA CTAUH MAXUTEHBI OBbIJIO YEThIpe IreTepoMOpHBIX OMBaJIEHTa,
y BTOPOTO — TpU reTepoMop(HbIX OMBaJICHTa ¢ HEBLIPOBHEHHBIMU LieHTpoMepamu (Puc. 7A, a-c).
OTO yKa3plBa€T Ha IPOCTYI0 TETEPO3UTOTHOCTh IO ILEHTPOMEPHOMY CABUTY  WJIU
HNEPULICHTPUUECKOW UHBEPCUH, WIIM HAa CUHAIICUC XPOMOCOM, BO3HUKIINX B PE3YyJIbTaTe CIUSHUSL
LIEHTPOMEpa-IIEeHTpOMEpPa B OJHOM MOMYJALMU U CIUSHHUS LIEHTpoMepa-TeioMepa B Jpyroiu
nonymsiuuu. CpenHee uncio curHanoB MLH1 Ha kieTky ObUTIO CpaBHUBBIM C TakoBbBIM y A.

evoronensis «Apru» (Puc. 8; Tabnuma 3, Tect Bemya, P = 0,17).
Alexandromys evoronensis «9BopoH»

OpuH camerns Obl1 TOMO3UIOTOM 110 BCEM XpoMOcoMaM, oJIuMopHBIM i 3TOH packl. Bee
19 ayTocOMHBIX OMBaJIEHTOB U 110J10BOM OMBasieHT XY 1€MOHCTPUPOBAIN HOPMAJIbHBIN CUHAIICUC
Y PEKOMOMHAITMIO B KJIETKAX Ha CTaJuM cpeaHen-no3nuen naxuteHusl (Puc. 47K). Bropoii camen
ObUI TeTepO3UTroTON MO IIEHTPOMEPHOMY CIBHUTY B ayTocoMax cpeaHero pasmepa (Puc. 43). Bo
BCEX KJIETKaX Mbl HaOioJaiyd OWBAJIEHT C OJHOM IIEHTPOMEpPO Ha €ero KOHILe M JApYyroi
LEHTPOMEPON B cepeluHe. B HEKOTOpBIX KiIE€TKaX Mbl JETEKTUPOBAIN OJMHOYHBIE CHUTHAJbI

MLHI1 mexay neHTpoMepamu.

TakuM 00pa3oM, MPOCThIE TETEPO3UTOTHI MO XPOMOCOMaM, KOTOPbIE MOTUMOP(HBI B
JIOKAJIBHBIX MOIYISALUAX, JEMOHCTPUPYIOT HOPMAJIbHBIM XPOMOCOMHBIN CUHAIICUC U CPAaBHUMBIN
CO CTaHJAPTHBIMU TOMO3UTOTAMU YPOBEHb MEHOTHYECKON pexoMOmHaIuu. [1o o0bequHeHHbBIM
pe3yJibTaTaM TUCTOJIOTHYECKOTO M IUTON€HETUYECKOTO aHAIM3a MOKHO CHENAaTh BBIBOJ O TOM,
4T0 (PepTHIBLHOCTh MPOCTHIX T'€TEPO3UIOT Yy TMOJIeBOK poxaa Alexandromys He noimkHa OBITH

CHHMIKXCHA.
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Pucynox 7. [TaxuTeHHbIC CLIEPMATOLUTHI MEKIOMYJISIUOHHBIX THOpUIOB A. EVOronensis

«Apru» x A. evoronensis «Apru» (EVA-1 X EVA-2, A) u A. evoronensis «Apru» x A. evoronensis
«2Bopon» (EVA-2 x EVE, B). Kpacusiit — SYCP3, 3enensiii — MLHI1, cuHMii — eHTpOMEPHBIE
6enxu. CTpouHbIiMU OyKBaMH 0003HAYEHBI TeTEpOMOP(HBIE OMBAJICHTHI M TPUBAJICHTHI, OIICAHUE
KOTOpBIX IHpuBeIEeHO B TekcTe. CTpenkamMu IOKa3aHbl HEBBIPOBHEHHBIE LIEHTPOMEPHI

rerepoMop(HBIX OMBaJIEHTOB U TpuBaleHTOB. Macmitad — 10 MKM.
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Pucynok 8. Yucio curnanoB MLH1 Ha kieTky mns kaxiaod ocoou A. maximowiczii
(MAX), A. mujanensis (MUJ), A. evoronensis «Apru» (EVA), A. evoronensis «9sopon» (EVE) u
rubpunoB F1 A. evoronensis «Apru» x A. evoronensis «Apru» (EVAXEVA), A. evoronensis
«Aprm» x A. evoronensis «9sopon» (EVAXEVE), A. mujanensis x A. maximowiczii (MUIXMAX),
A. evoronensis «Apru» x A. maximowiczii (EVAXMAX), npencraBieHHoe B Buae rpaduka

«CKPHUIIKN» C ﬂHanaMMOﬁ pa3maxa. I'enoTunnueckue TPYIIIbI 0003HaYCHBI OJHHUM IIBETOM.
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1.2.2 CuHancuc U peKOMOMHAIIMSI XPOMOCOM B MAXHTEHE Yy CAMIIOB MeKPacoBbIX
ruépuaoB A. eVoronensis

MBI HCCIIeIOBANIN JIBYX CAMIIOB MEXPACOBBIX THOPHI0B MeX 1y A. VOronensis « Apru»-2
(ITOTOMKOB ITOJIEBOK, OTJOBJICHHBIX Ha Oeperax peku Apru), u A. €vVOronensis «3BOpoH»
(IIOTOMKOB TOJIEBOK, OTJIOBJICHHBIX Y 03epa DBOpOH). PaccTosHue MexXay 3THMHU JOKALMSIMU
coctaBisieT okoo 500 KM Mo mpsSMOW, YTO NMPUMEPHO COOTBETCTBYET PACCTOSHUIO MEXIY
nonysuusiMa A. Voronensis «Apru»-1 u A. evoronensis «Apru»-2, onucanHbix Bbiie. OqHAKO
XPOMOCOMHAs TUBEPIEeHIINA MEXPACOBBIX THOpUIOB A. eVoronensis «Apru»-2 X A. evoronensis
«2OBOpoH» OblIa BhIme yeM A. evoronensis «Apru»-1 x A. evoronensis «Apru»-2. B kierkax
OJIHOTO W3 THOPUIOB MBI HAOIIOAAIN MIECTh TeTEPOMOP(HBIX CHHANTHYCCKUX KOH(HUTyparuii:
JBa OMBaJICHTa C HEBBIPOBHECHHBIMH IICHTPOMEPAMH M YETHIPE TPUBAJICHTA C SIPKO BBIPAKCHHBIMH

6oxoBeiMH TuIeuamu (Puc. SA-E, Puc. 7B).

OpuH rerepoMOp(dHBI OMBaJIEHT, BEPOSITHO, BO3HUK B pE3yJbTaTe LEHTPOMEPHOTO
CABUIa B KapUOTHUIIE Y OJHON M3 XpPOMOCOMHBIX pac, MOCKOJbKY Mbl PETYJISPHO HaOIII01aIN
PEKOMOMHAIIMOHHBIC Y3CIIKA MEXIy €ro HEeBBIPOBHCHHBIMHU LeHTpomepamu (Puc. 7B, d). ¥V
BTOPOIro rerepoMopHOro OMBaJIEHTa LIEHTPOMEPHI pacloiarajuch JOBOJIbHO OJIM3KO JpPYTr K
apyry. Mbl HUKOrAa He HaOJIOJAIM PEKOMOMHALIMOHHBIX COOBITUH B pailloHe XpOMOCOMHOMN
nepectpoiiku (Puc. 7b, €), ogHako 3TO MOET OBbITh CBSI3aHO C HEJOCTATOYHBIM pazMepoM
BbIOOpKU. [1o 3TOI NMpuuKMHE MBI HE MOXKEM CKa3aTh, Kakas MepecTpoiKa JIeKUT B OCHOBE 3TOM

CHUHANITHYECKOM KOH(I)I/Il"ypaLII/II/II HCHTPOMepHBIﬁ CABUT WJIN NCPUTCHTPHUYCCKASA HHBCPCHUSI.

JlBa TpuBaneHTa 00pa30BaIMCh BCIEICTBHE T'OMOJOTHYHOTO CHHAICHUCA MEXAY JIBYMs
AKPOIICHTPUYECKUMU XpOMOCOMaMH ¢ Oounbiioii  MetaneHnTpuueckor (Puc. 7B, f) wm
akponenTpuueckoit (Puc. 7b, g) xpomocomamu, KOTOpBI€, BEPOSTHO, BO3HUKIM B pe3yJbTaTe
LIEHTPOMEPHOI'O CIUSHUA UX FOMOJIOTOB B OJHOW pace U LEHTPOMEPO-TEIOMEPHOIO CIHSAHUS B
npyroii pace. IIpoucxoxaeHue ABYX APYTHX TPHUBAJIEHTOB Oojiee ciokHoe. B ogHOM M3 Hux
METalEHTPUYECKNN TApTHEP, ITO-BUAUMOMY, BO3HHUK B PE3YyJIbTATE LICHTPOMEPHOTO CIUSHUS ABYX
aKPOIEHTPHKOB € MOCIIEAYOMIEH nmepuienTpudeckoit uuepcueii (Puc. 75, h). Bropoii cioskHbIi
TPUBAJICHT OOpa30BaJICs B pe3ysbTaTe CHHAINCHCA TPEX METalleHTpUYecKuX XxpomocoMm. Camas
OoJbIIast U3 HUX, BEPOSITHO, POU30IILIA OT CIUSHUA IBYX aKPOLIEHTPUYECKUX XPOMOCOM, Kax1ast
U3 KOTOPBIX CTajla METALEHTPUUECKON H3-3a (PUKcAllMM TEepULIEHTPUYECKUX HHBEPCHM WIN

HeHTpoMepHbIX caBuros (Puc. 75, i).

Yy BTOpPOIo r1/16p1/1;[a B KJICTKaXx Ha6J'IIOI[aJ'II/ICL TC K€ YCTBIPC TPUBAJICHTA U OJIUH OMBaJICHT
C CWJIbHO CMCIICHHBIMU LICHTPOMCPAMHU. WupiMu CJIOBaMH, B €ro KJIETKaxX Mbl HC NCTCKTUPOBAJINA

BTOPOTO rerepoMop(HOro OuBajieHTa ¢ OJIM3KO pPacio0KEHHBIMU LIEHTPOMEPAMHU.
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B kierkax Ha craguu paHHEH U cpeTHel MaxUTeHbI Mbl HAOJI0 AT YaCTHYHBIN ACHHATICHC
B TPHUIICHTPOMEPHBIX OOJACTAX TPUBAJICHTOB. OJTHU YYAaCTKU OBLIM TIOMEYECHBI aHTHTEIaMHU
YH2A. X, 9T0 yKa3pIBaeT Ha MHAKTHBAIIMIO TPAHCKPHUIIIIUKA HEeCIIapeHHOTo XpoMmaTruHa. OTHaKO Ha
CTaJU¥ TO3/IHEeH MaXUTEHBI MPOKCUMAJIbHBIC YaCTH aKPOIEHTPUKOB OOBIYHO OBLIH TMOJHOCTHIO
CUHANTHPOBAHBI JTHOO TOMOJIOTUYHO METAIICHTPUIECKOMY MAPTHEPY, TUO0 HETOMOJIOTUYHO JAPYT
Ipyry, 00pa3yst 00KOBBIE IIeUH pa3nuuHoi anuHbl. Curnansl YH2A. X nponanany y TpUBaJIeHTOB

1 OCTABAIMCh TOJBKO Ha M0JIOBOM My3bIpbke (Puc. SE).

CpenHee 4uCiIO MO3IHUX PEKOMOMHALIMOHHBIX Y3€JIKOB Ha KJIETKY, MAapKHPOBAaHHBIX
MLH1, y 3Toit rpynibsl He OTIAMYAIOCh OT XPOMOCOMHOI pacsl A. VOroNnensis «Apru», 0JJHaKoO
Mbl HaOJIIOJAJIM 3HAUYUMBIE PA3JIMYUs MEXAY 3TOW IpyNIol U XpOMOCOMHOW pacoil «IBOPOH»

(Puc. 8; Tabnuma 3, Tect Bemua, P=0,94 u P < 1083, COOTBETCTBEHHO).

Takum 00pa3oM, XpOMOCOMHAsi JUBEPreHLUs MEXAY JIOKAJbHBIMU MOMYJIALUAMU U
XPOMOCOMHBIMH ~pacaMH BHYTpH A. EVOrONensis u Hajauyue OOJIBIIOr0 KOJHYECTBA
reTepoMopHBIX CHHANTHYECKNX KOHPHUTypanuid y ux ruopuaoB F1 He mpUBOAUT K HAPYIICHHUIO
CHHAIICUCAa XPOMOCOM, CHM)KEHUIO YaCTOThl PEKOMOMHAIMM M MEHOTHYECKOMY CalJICHCHUHIY

HCCIIApCHHOI'O XpOMAaTHHaA.

1.2.3 Cunancuc ¥ peKOMOMHAIMSI XPOMOCOM B MAaXHTeHE Y CaMIIOB MeKBH/IOBBIX
rudpuaoB

Mpbl oOHapyXWiM 3Ha4YUTENbHBIE aOeppalud XPOMOCOMHOI'O CHHAIICMCAa Y BCEX
MEXBHUA0BbIX THOpHIOB. OJHAKO CTENEHb HApYILIEHHs BapbHUpOBala MEXIy IOJaMHU, MEXIY
CKPELIMBaHUAMHU, MEXKAY 0COOSMHU BHYTPU OJTHOTO CKPEIMBAHUS U MEXKJTy ITOJIOBBIMU KJIETKAMHU

OJTHOH 0COOH.
A. mujanensis X A. maximowiczii

VY camma A. mujanensis X A. maximowiczii crerneHb MEHOTHYECKHX aHOMaIHMi Oblia
HauOoiee Jerkod B cpaBHeHMH ¢ ApyruMu rubpumamu (Puc. SXK-U, Puc. 9A; Tabmuma 3).
VYHUBaJEHTBl ayTOCOM BCTPEYAIUCh peako. YHucio pas3inyHbIX THUIOB CHHANTHYECKHX
KOHpurypauud y rulOpuna ObuIo ONM3KO K OXHIAEMOMY IpH CPaBHEHUHM KapHOTHIIOB
POIUTENBCKUX BHIOB, omucaHHbIX Jlemckoit ¢ coat. (2010, 2015). Haubonee dacto
BCTPEUAIONICHCS KOMOWHAIMEW CHHANTHYSCKUX KOHUrypanuid Obuta ciemyromas: 8-9
roMOMOP(HBIX OMBaJICHTOB, 3 reTepoMOp(HBIX OMBaJIEHTa C HEBHIPOBHEHHBIMH 1IEHTPOMEPAMH,
1 rerepoMopdHBIil OUBaNEHT ¢ 6OIBIION 0OpPaTHOM MHBEPCUOHHOI meTieH, 1-2 TpuBaieHTa u 1-

2 CIIOKHBIX MYJIBTUBAJICHTA, COCTOSAIINX U3 4-17 XpoMOCOM.
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['erepoMopdHbIii OMBaJIEHT ¢ OOJBIION OOpaTHONH WHBEPCHOHHOW METICH 4acTO WUMEN
curnan MLH1 Bayrpu nermum (Puc. 5X). Dty cuHanTtudeckyro KOH(UTYpalUI0 MOMKHO
MHTEPIPETUPOBATh KaK pe3yJlbTaT TOMOJOTHYHOIO CHHAIICHMCA JIBYX aKPOLIEHTPUUYECKUX
XPOMOCOM B pe3yJIbTaTe allbTE€PHATUBHOTO IIEHTPOMEPO-TEJIOMEPHOIO CIUSHUS OJHUX U TeX JKe
IPEIKOBBIX aKPOLEHTPUUECKUX XPOMOCOM C MOCTENYIONIEH MHAKTUBAIIMEH METalleHTPUYECKIX
LEHTPOMEP U JIOTOJIHUTENBLHOW AYIUIMKALMEH/TpaHCIOKAaMell WM CHHAICcUca JIBYX OOJIBIIMX

HETEPEKPHIBAIOIINXCS MapaleHTpuaeckux uasepeunii (Puc. 9A, ¢).

MynbpTuBajieHTHbIE KOHPUTYpAllUU OOBIYHO MOSBJSUIMCH B BUAEC HE3AMKHYTHIX IICTICH,
XOTS KOJIMYECTBO BOBJICUEHHBIX IJIeY pasznudanoch mMexay kiertkamu (Puc. 5)K-U). U3 ananuza
CUHANTHYCCKUX KOH(PUTYypaluii MOXHO CJeJIaTh BBIBOJ O «HACIAMBAHUU» XPOMOCOMHBIX
MePEeCTPOEK BHYTPU OJIHOM U TOM e XPOMOCOMBI: KOT/Ia CHHAIICHC IIPOUCXOTUT MEXKIY Pa3HBIMU
paifoHaMu JATUHHOUW XPOMOCOMBI M TPeMsl KOPOTKUMH, HE MO Bceil ux niuHe. Mbl 0OHapYyKUIH
peKoMOMHALIMOHHBIE Y3€JKU, MapkupoBaHHble MLHI1, Ha Ka)xOM CHHANTUPOBAHHOM 3JIEMEHTE
CK (Puc. 5X). [Ipu 3TOM, ypOBeHb peKOMOMHAIMH HE ObLII CHUKEH, B CpaBHEHHHU ¢ A. mujanensis
(Puc. 8; Tabmuma 3, Tect Bemua, P = 0,073). HeGonbimoe uyncio acuHanTipoBaHHbIX oonacteit CK
He Obuto momeueno anturenamu kK SYCPL (Puc. 53) u vecno curnan YH2A.X (Puc. 51). Mer
MpearoiaraéM, YTO TIOYTH 3aBEPIICHHBIC CHHANCUC W PEKOMOWHAIUS TIO3BOJIMIM YacTH
CIIEPMATOIIMTOB IPEOJIOJIETh TOYKY KOHTPOJS MaxuTeHbl. OJHAKO 3TH KJICTKH HE JOCTUTAIU
KOHI[a CIiepMaToreHe3a, MO-BUIUMOMY, H3-32 HApYIICHWH TPaHCKPHUIIIMOHHOW WHAKTHUBALIUU
HECHHAIICUPOBAaHHOTO XPOMAaTHHA, KOTOpas UTpaeT BaXKHYIO POJb BIOCIEACTBUM Ha CTaJUU

crepMaTu.
A. evoronensis X A. mujanensis u A. evoronensis X A. maximowiczii

V camiioB rubpuoB A. evoronensis ¢ A. mujanensis u A. maximowiczii MbI BbISIBUIH O0Jice
BbIp@)KEHHOE TojaBiieHue cuHarncuca u pekomOuHauuu (Puc. SK-II, Puc. 9). Mul Takxke
HaOJTI01aJH «HACTIAaMBAHHUE» XPOMOCOMHBIX ITEPECTPOEK BHYTPH OJJHON XpOMOCOMBI. [IBa rubpuaa
IPSIMOTO ¥ 00PaTHOTO CKPEIIMBaHMsI MeX Ty A. mujanensis u A. eVoronensis « Apru», Tpu rudopuia
A. evoronensis «Apru» X A. maximowiczii u Tpu rubpuma A. maximowiczii X A. evoronensis
«2OBOPOH» MMOYTH HE MOKA3alu HAIMYMS MO3HUX PeKOMOMHAIMOHHBIX y3eikoB (Puc. 5K, H). ¥V
oHOTO camiia A. evoronensis «Apru» X A. maximowiczii HEeKOTOpbI€ CIIEPMATOIUTHI JOCTUTAIH
CTaJIu¥ CpEHEW MaxUTEHBI U IMOYTH Ha BCEX CHHANTHPOBAHHBIX IUICYaX HAOIFONAINCh CUTHAIIBI
MLH1 (Puc. 8; Tabnuma 3). Cpennee uucio curHanoB MLH1 Ha kxieTky He OT/IHYanoch OT

poautenbckux BumoB (Tadmuma 3, Tect Bemua, P > 0,1).



Pucynok 9. [TaxuTeHO-I000HBIC CIIEMATOIIMTHI MEKBHIOBBIX THOPHI0B A. mujanensis X
A. maximowiczii (MUJ x MAX, A). u A. maximowiczii x A. evoronensis «Apru» (MAX x EVA,
b) nocne okpammBaHus HUTpATOM cepedpa, BBIABICHHBIE C IMOMOLIbI0 METOAA 3JIEKTPOHHOM
Mukpockonuu. CrpouHbiMH  OykBaMH  0003Hau€Hbl TreTepoMOp(HBIE  CHHANTUYECKHUE
KOH(UTypaluu: yHUBaJIeHTHl — &, d; MynabTUBaNeHTHl — D, €-h; uHBepcHOHHAs meTis — C U ee

CXeMaTH4YecKoe n3o0paxeHue — C’. Macmrad — 5 MKM.
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Mpbl He OOHApPYXWIM PAa3TUYMi B CHHAIICUCE XPOMOCOM PELHUIPOKHBIX TMOpHaoB A.
evoronensis «Apru» X A. mujanensis u A. mujanensis X A. evoronensis «Apruy». B ux Haubonee
IPOTrpeCCUBHBIX crepmaronurax | Haxomwioch okono 8-9 romoMop¢HBIX OuBaIeHTOB, 1-2
reTepoMoppHBIX OWBajeHTa, 1-4 CIOXHBIX MYJBTHBAJICHTA, COCTOSIIMX W3 5-21 Xpomocom.
KneTtkn pasnuuanyuch 4uCIOM MYJIbTUBAJIEHTHBIX LIENEH U YMCIOM 3JEMEHTOB, BOBICUEHHBIX B
kaxayo u3 Hux (Puc. SK-M). V GonpmmHCTBa 1enield ObUIM aCHHANTHPOBAHBI TEPMUHAIIBHBIC
IUIEYM U NIPULIEHTPOMEPHBIE 00JIACTH BHYTPEHHUX Iuledei. Mbl Takxke HaOJIt0JaJli YHUBAJIECHTHI.
OHH, KaK ¥ MyJIbTUBAJIEHTHI U3 HEOOJBIIOTO YHCIIA FIEMEHTOB, O-BUJUMOMY, BO3HUKAIN H3-32

TOIIOJIOTMYCCKUX pr;[HOCTCfI C60pKI/I IMOJIHBIX MYJIbTHBAJICHTHBIX I.[CHCI\/JI.

YHUBaJICHTBl M aCHHANTHYCCKUE O0JIACTH MYJIbTUBAICHTOB HE COJACpXAIM CUTHAJA
SYCP1 (Puc. 5J1, O) u untencusHo metuiuck YH2A. X (Puc. 5M, I1), 4To yka3siBaeT Ha MIHPOKOE
pacrpoCTpaHCHHE HEpPENapUPOBAHHBIX JIBYHHTEBBIX pa3pblBOB M  MEHO3-CIECIUPHUUECKYIO
WHAKTUBALMIO HECTIAPEHHOr0 XpomarwHa. [lo-BUauMOMy, JTH abeppanud WHHUIHHPOBAIN
MAcCCOBBIH aIllONTO3 IEPBUYHBIX CIIEPMATOIIUTOB, KOTOPHIH MbI HAOJII0JAJIH IPU TUCTOJIOTHISCKOM

aHaJIM3€ 3THUX I' 6pI/I,Z[0B .

Haubonee cuibHbIC HAPYIICHUS] MeH03a MbI HaOIIOAM Y OJJHOrO camia A. eVOronensis
«Apru» X A. maximowiczii. Meiio3 OCTaHOBHJICS Ha 3UTOTEHOIOJO0HOW cTaguu. B kierkax
rudpuaa O0NBIIMHCTBO OMBAJIEHTOB M BCE MYJIbTUBAJIEHTHI ObLIIM acMHaNTUpoBaHbl. [Ipu 3TOM B
KaX/10i U3 KJIeToK Obl1o He MeHee 11 yHMBaJeHTOB, a B HEKOTOPBIX CHEPMATOIMTAaX CHHAICUC

JaXC HC HaYMNHaJICA.

TakuM 00pazoMm, CHHANCHC XPOMOCOM ObUI HApyIIEH y BCEX MEXBHUAOBBIX T'MOpPUIOB
nosieBok poxa Alexandromys. Haubosnee uacroit aGeppaiiueid ObUT MOJHBIA W YaCTHYHBIHA
ACHHAIICUC TOMOJIOTUYHBIX XPOMOCOM B OMBAJIEHTaX M CJIOXKHBIX IETIOYKAaX MYJIbTHUBAJIEHTOB,
CONPOBOKAAIOIINICA BO3HUKHOBEHHEM YHHUBAJIEHTOB. OJTO NPHUBOAWIO K 3aJcpKaHHOU
penapanuu  AByHMTEBBIX  paspeiBoB  JIHK w  TpaHCKpUIIIIMOHHOMY  CalJIEHCUHTY
acMHaANTHUPOBAaHHOrO XpoMaThHa. OJJHAKO B OOJBIIMHCTBE CHHANITUPYEMBIX YUYACTKOB XpPOMOCOM
Mbl OOHapyxuu curHaiasl MLH1, mapkupyromue no3qHue peKoMOWHAIIMOHHBIE Y3€JlKH. JTO
CBUJIETEJILCTBYET O COXPAHEHHUH BBICOKOW CTENEHH T'OMOJIOTUU MEXY IOCIEN0BATEIBHOCTIMUI
JHK roMeonoruyHblx y4acTKOB XpPOMOCOM HEJABHO JMBEPIUPOBABIIMX BHUIOB poja

Alexandromys.

MpbI 00HAPYKUJIM 3HAYUTEIILHYIO TUBEPTEHIIMIO B CTETICHN MEHOTHUECKUX HAPYIICHHUN Y
MEXPAaCOBBIX M MEKBHUIOBBIX THOPHIOB MoyieBOK A. maximowiczii, A. mujanensis u A.
€VOronensis, KaprOTHITBI KOTOPBIX Pa3InYarOTCs [0 YHUCITY U THITY XPOMOCOMHBIX TIEPECTPOEK, a

BpeMsl JHMBEpPreHnnu cocrasisier okosio 110 teic ;mer. HecmoTps Ha cepuro XpOMOCOMHBIX
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NEPEeCTPOCK MEXKIY POIUTEIBCKUMH TpYIIaMH, OCOOCHHOCTH CHHAICHCAa BHYTPUBUIOBBIX
ruOpHIOB HE BIMSUIU HA YCIICIIHOE IPOXOXKICHHE Melo3a. Bce MexXBHI0BBIE THOPHIBI OKA3aIUCh
CJIOKHBIMU TI'€TEPO3UIOTaMU II0 MHOI'MM XPOMOCOMHBIM II€pecTpoiikaMm. Pe3koe ymeHbleHue
yyciga PEKOMOMHAIIMOHHBIX COOBITUH Ha KIETKY BMECT€ C YBEJIMYEHUEM CIOXHOCTH
rerepoMopdHBIX  CHHANTHYECKUX KOHOQUTYpalMii, a TakkKe HaJuuue NPOTHKEHHBIX
ACHHANTUYECKUX YYaCTKOB y MEXKBHUJIOBBIX THOpPHIOB TosieBOK Alexandromys mpuBoamino k
MEHOTHYECKOMY apecTy Ha 3MIOTE€HO- WM IaxXUTEHONOAOOHBIX cTaiusx. BeposTHo,
MHOKECTBEHHAs1 KOMIUIEKCHAsl TI€TEPO3UTOTHOCTh IO IIEPECTPOMKAM SBJIAECTCS OCHOBHOM

NPUYHHON CTEPUIBHOCTH MEKBUIOBBIX THOPUIOB.

2 I'nGpuaHasi CTepUIbLHOCTD Y MpeAcTaBuTe el moapona Microtus, Tpuda Arvicolini

['mmore3a XpOMOCOMHOTO BHIOO0pA30BaHMS OKAa3bIBACTCS HEMPHUMEHUMOW K CIydasiMm
dopmupoBaHus THOPUIHON CTEPUIBLHOCTH Y BHJOB C OJMHAKOBBIMU KapuOTHUIIAaMH. bblio
II0Ka3aHO, YTO BBICOKAsl €HeTUYeCKasi AUBEPIEeHIUS NIPU OTCYTCTBUM KapHUOTHUIIMYECKONH MOXKET
TaK)Ke MPUBOJIUTH K HAPYIIEHUIO OCHOBHBIX IPOLIECCOB MEH03a UJIM CKa3bIBaThCs Ha JaJIbHEHIIIEM

q)OpMPIpOBaHI/II/I TaMCThbI 1, KaK CJICACTBHUEC, IOTOMCTBO ABYX BHU/JIOB OKa3bIBACTCA CTCPUIIbHBIM.

I[J'I}I HCCIICOOBAHUA POJIA reHeTUYECKOM JAUBCPIrCcHONH, a TaKKC BOBJIICHCHHOCTHU
KapUOTUITNYECKON TUBEPICHIIMU B (OPMHUPOBAHNUE THOPHUIHON CTEPUIILHOCTH Ha PAaHHUX 3Tarax
BHUJI000pa30BaHMsI Mbl BBHIOpAJIM B KA4e€CTBE MOJIETU CEPUI0 MEKBUIOBBIX THOPUIOB MEKIY
OJIM3KOPOICTBEHHBIMHU BUAaMHU €BpOIEeHCKOM TuHuK poia Microtus moapoaa Microtus, a iMEHHO:
M. kermanensis x M. rossiaemeridionalis, M. kermanensis x M. mystacinus, M. mystacinus x M.
rossiaemeridionalis, M. arvalis «obscurus» x M. kermanensis, M. kermanensis x M. transcaspicus
(Puc. 2). Bpems AuBepreHIUE POAUTEIBCKUX BHIOB TOJIEBOK cocTaBiisieT okoio 60-250 Teicsy

aer (Mahmoudi et al., 2017; Golenishchev et al., 2019).

Jlns THX BHIOB XapaKTepHa HU3Kas KapUOTHIIMYECKas JMBEPreHIUs: paHee ObUIO
BBICKA3aHO TMpPEaNoiokeHne, 4To Kapuotumel M. kermanensis, M. mystacinus u M.
rossiaemeridionalis He OTIMYAIOTCS IO KPYITHBIM XPOMOCOMHBIM ITEPECTPOHKaM, TOT1a KaKk BUAa
M. arvalis ObLIO XapakTepHO HaKOIJICHHE OOJBIIOrO YHCIIA TEePeCcTPOeK B Mpolecce
BU1000pa3oBanus. Tak, kapuoturnsl M. arvalis «obscurusy u M. rossiaemeridionalis otnuuarorcs
no 14 KpymHBIM XPOMOCOMHBIM IepecTpoiikam, a kapuoTtumbl M. transcaspicus u M.
rossiaemeridionalis oTnuuaroTcst TONBKO MO § MEpecTpoiikaMm, B YMCIIE KOTOPHIX MHBEPCUU U

tpaucnokaruu (Mazurok et al., 2001).

W3BecTHO, YTO THOpHAHBIE caMIlbl W CaMKA OT CKpemmuBaHuUW Mexay M.

rossiaemeridionalis, M. arvalis u M. transcaspicus crepunbnbl (Meyer et al., 1996). Crenenn
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ruOpuIHON cTepuiabHOCTH Mexay M. mystacinus, ¢ omnoit ctoponsl, 1 M. kermanensis u M.
rossiaemeridionalis, ¢ aipyroii cTopoHbI, paHee Ucciie0BaHa He Oblla, TaK KaK TAKCOHOMUYECKU I
cratyc M. mystacinus ObLI HesICEH 0 TMOCIEIHEr0 BPEMEHH HM3-3a HEJOCTAaTKa OMOJIOTHYECKOrO

marepuaia (Musser and Carleton, 2005; Mahmoudi et al., 2017).

2.1 I'ucroJsiornyeckuii aHaM3 ruopuaoB noapoaa Microtus

C OMOI11b10 TECTOBBIX CKpPEIMBAaHHH ObLIIO TOKA3aHO, YTO CaMIibl MEKBUIOBBIX THOPHIOB
noapona Microtus crepwibHbl. OnHAaKO CcaMKU THOPUAOB CKpelMBaHuii Mexay M.
rossiaemeridionalis, M. kermanensis u M. mystacinus ¢pepTuiIbHBL, 4TO COTJIACYETCS C PABUIIOM
Xonneitna (Golenishssev et al., 2000; Bikchurina et al., 2021). a1 omeHkd HapylIeHUS
criepMaToreHe3a Mbl IIPOBEIH THCTOJIOIMUECKUI aHAJIN3 CEMEHHUKOB I'MOPHUI0B OCHOBHBIX IPYIIIT

CKp@HIHB&HHfI, pasiimyaromuxcd mo CTCrCHu TCHETHYCCKOMN JAUBCPICHINH.

B kadecTBe KOHTPOJIST OBUTH HCCIICIOBAHBI CAMITBI BCEX IMSATH BHIOB. MBI HE OOHAPYKHUITU
AHOMAJM B CTPOECHUU CEMEHHUKOB U B KIIETOYHOM IMKIIE cliepMaToreHHoro snurenus (Puc.
10A). OtHoleHue crepmMatua kK crepmaronutam | y M. mystacinus, ucrosbp3yeMoro B KaueTcBe
KOHTPOJILHOHM rpymibl, coctaBmio 3.4 + 0.3, uro 6im3ko Kk oxunaemMomy 4:1. Meron neTexium
anontornyeckux Kiaetok TUNEL He BBISIBWI TakOBBIX B CEMEHHBIX KaHAJbLaX CaMIIOB

poautensckux BunoB (Puc. 10b).

2.1.1 CnepmaToreHes y camMuoB MeXBHIOBbIX rudopuaoB M. kermanensis u M.
rossiaemeridionalis

Y cemMu ruOpUIOB MPSAMOTO U OOPAaTHOTO CKPEIIMBAaHWS ObUIM BBISBICHBI PA3TUUHBIE
HapyIlIeHUs CIEpMATOTeHe3a: OT €ro IOJIHOW OCTaHOBKM Ha CTaaud CIEepPMATOTOHUW 10
MpPaKTUYECKH HOPMAJbHOTO CIlepMATOreHe3a, C MPOJAYKIMEH 3pelibiX, HO aHOMaJbHBIX

CIICpMAaTO301U10B.

VY camma M. rossiaemeridionalis x M. kermanensis4 crpoeHHe CEMEHHHKOB OBLIO
CpPaBHUMO C KOHTPOJBHBIM. B TmpocBeTe CEeMEHHBIX KaHAJbIIEB IPHCYTCTBOBAIHN 3peEJIble
criepmaTo3ouabl (Puc. 10B). B HEKOTOpBIX KaHABIIaX 3TOTO caMIla MbI HAOTIOJATH CTIEPMAaTH/IBI,
arperupoBaHHbIC B MHOTOS1/IEPHbIE KJIETOUHbIE 00pa30BaHMsl, IPU 3TOM COOTHOIIIEHHUE CTIEPMAaTHU
K crepMaronuTaM ObUIO HapylleHo (TmomapHblid kputepuil Bunkokcona, P < 0.01) (Puc. 10T).
[Moxoxuit ¢deHoTun HaOmomancs y mnatd Apyrux rudpugos: M. kermanensis x M.
rossiaemeridionalis1-3, M. rossiaemeridionalis x M. kermanensis1 u M. rossiaemeridionalis x M.
kermanensis3. OtHomieHHe criepMaTtua K crepMmaronuTaMm | ObUIO 3HAYUTENLHO CHUXKEHO Yy

rHOPHUIIOB U OTIMYAIOCh OT okuaaemoro 4:1 M. kermanensis x M. rossiaemeridionalisl, M.
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kermanensis x M. rossiaemeridionalis3, M. rossiaemeridionalis x M. kermanensisl u M.
rossiaemeridionalis x M. kermanensis3 (1.2 + 1.3, monapssrii kpuTepuii Bunkokcona, P = 8*107%;
1.0 £ 0.9, P =3*10% 0.6 £ 0.6, P = 3*10%; 0.5 + 0.5, P = 4*10*, coorBercTBenH0). CoraacHo
JAHHBIM COOTHOIICHHUSAM MBI MOXEM CIOCJIAaTb BBIBOJ 00 OCTaHOBKE CriepMaTorceHesa B 4aCTu
KaHaJIbLEB 10 00pa3oBaHus criepmarua. HekoTopbie ceMeHHbIE KaHATBIbI ObUIH JHOO IMyCTHIMH,
au00 3aroJIHEHBI KIETOYHBIM JeOpucoM. B wactm kanambiieB y M. kermanensis x M.
rossiaemeridionalis1, M. kermanensis x M. rossiaemeridionalis3 u M. rossiaemeridionalis x M.
kermanensis4 crepmaroreHe3 ocraHaBIMBajiCsS Ha craauu mpodasel | Meiiosa, Torga kak y M.
rossiaemeridionalis X M. kermanensisl u M. rossiaemeridionalis X M. kermanensis3 Bo3amoxxHast
OCTaHOBKA CIIEPMATOTCHE3a Ha CTANH criepMaTonuTOB | HaOr01amach BO MHOTHX KaHanblax. B
KaHaJIbIaX, TJe HaOmomancs MehHoThudeckuid apect, Obutm gerektupoBanbl  [UNEL-
ITOJIOKUTCIIbHBIC KIICTKH. EI[I/IHI/I‘IHBIC AHOMAJIBHBIC 3PCJIBbIC CIICPMATO30U /bl ObLIH 06Hapy>KCHBI
B crnepmaroreHHoM osnurenuu  y M. kermanensis X M. rossiaemeridionalislu M.
rossiaemeridionalis x M. kermanensis3; B kanansiax M. kermanensis X M. rossiaemeridionalis2,
M. kermanensis X M. rossiaemeridionalis3 u M. rossiaemeridionalis x M. kermanensisl

HaXOIUJIUCh CIICPMATO30U bl HA boiee PaHHHUX CTaOUAX (I)OpMI/IpOBaHI/IH.

VY rubdpuga M. rossiaemeridionalis X M. kermanensis2 mbl IeTEeKTUPOBAIM aHOMAJILHOE
CTPOEHUE CEMEHHUKA C TUIEPIUIa3UEN COCTUMHUTENBHON U MHTEPCTUIMATIbHOM TKAHU U ITyCTHIMU
CEMEHHBIMU KaHAIbl[aMU: B TPOCBETE KaHAJBIEB KIETOYHBIX JJIEMEHTOB HE HaOJII0ajoCh.
OcraHoOBKa criepMaToreHesa npoucxXouia Ha CTauu CIIepMaTOrOHUM, CIIEOBATENbHO, HU OJIHA
KJieTka He BcTynana B meito3 (Puc. 10/1). Ms1 He Habmonanu TUNEL-11010KuTeIbHBIX KJIETOK HA

cpe3ax CeMEHHBIX KaHaibleB y camiia M. rossiaemeridionalis x M. kermanensis2 (Puc. 10E).



3
ROS x MYS =

Pucynox 10. I'ucronornueckue cpe3sl ceMeHHbIX KananbeB M. mystacinus (MYS, A, b),
M. rossiaemeridionalis x M. kermanensis (ROS x KER, B-E), M. kermanensis x M. mystacinus
(KER x MYS, ), M. rossiaemeridionalis x M. mystacinus (ROS x MYS, 3-K), M. arvalis x M.
kermanensis (ARV x KER, JI) u M. kermanensis x M. transcaspicus (KER x TRA, M). I1epBsiii,
TPETUH W YETBEPTHIA CTONOLBI: OKpPAlIMBAHWE T'€MaTOKCHIMH-303MHOM. Bropoii cronber:
okpamuBanue metogqoM TUNEL, xoTopblii mo3BoJII€T AETEKTUPOBATh allONTOTUYECKUE KIIETKU
cnepmarorennoro snutenus. Cunuit — DAPI, 3enenstit — TUNEL. SPG, cniepmaroronuu; SPC,

cnepmaronutsl; SPTD, cnepmaruasl; SPZ, cnepmarozoniel. Maciira6: 20 MKM.
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2.1.2 CnepMaToreHe3 y camMIioB MeXBHIOBBIX ruopumoB M. kermanensis m M.
mystacinus

[TpakTideckn y BceX THOPHIOB 3TOW TPYMIBI CIEPMATOTCHE3 MPOXOAMI 1O CTaIUH
crepMaTtujl, IpU 3TOM B psijie KaHAIbIEB IMPOUCXOJWIa OCTAaHOBKA MeW03a M HaKOIUICHHE
CIIEPMATOIIMTOB HA CTa MK MaXUTeHbl. YeThipe rHOPUIHBIX caMila HanpasieHus M. kermanensis
X M. mystacinus ObLTH JOCTATOYHO OJHOPOAHOM IPYIIION, OJTHAKO JJIS IBYX 0COOEH CriepMaTHIbI,
arperupoBaHHBIC B MHOTOSICPHBIC CHHIIUTHAIBHBIC 3JIEMEHTHI, ObUTH 0OJIee YaCThIM SIBJICHUEM
(Puc. 10X). T'mOpuumpl oOpaTHOro HampaBieHUS JIEMOHCTpHpPOBaIU Oosee paguKalbHbBIC
¢denotunbl crepuibHocTH. Y camiia M. mystacinus x M. kermanensis2 B xoje criepMaToreHesa
(bopMHUPOBATKCH PEIKHE aHOMAJIbHBIC CIIEPMATO30M/IbI, TOT/Ia Kak y camita M. mystacinus X M.

kermanensisl ciepMaToreHes OCTaHABIMBAJICS TPEUMYIIIECTBEHHO HA CTAMH CIICPMATOIUTOB 1.

2.1.3 CnepmartoreHes y caMiioB MeKBHI0OBBIX rudpuaos M. rossiaemeridionalis u M.
mystacinus

Bocemb rubpuaoB HampasieHnus ckpemmanus M. mystacinus X M. rossiaemeridionalis
JIEMOHCTPUPOBAJIM OCTAHOBKY CIIEpMATOreHe3a Ha CTaJMAX OT CIIEPMATOIMTOB | 10 aHOMaIbHBIX
CIIEpPMaTO30HMI0B. Y YeThIpeX 0C00eH MbI HAOIIOIAIN AHOMAILHBIC HE3PEIIbIE CIIEPMATO30H bl 1
YMEHBIICHHBIN ITyJI CIIEPMATH/I, IIPH 3TOM Y TPEX M3 HUX B KaHAIIbI[AX COJEPIKAIUCH CIIEPMATHIBI,
arperupoBaHHbIE B MHOTOSIICPHBIE IIAPO0Opa3HbIe CHHIIUTHAIBHBIE JIEMEHTHI. Y JIBYX THOPHI0B
CIiepMaTOreHe3 OCTAHABJIMBAJICSA Ha CTaJUM CIIEPMATHJ, IPU 3TOM BCIIEACTBHE MEHOTHYECKOTO
apecTa B 4aCTH KaHAIbIEB KOJMYECTBO CIIEPMATH ObLIO YMEHBINEHO. MBI BBISSBUJIA OCTAHOBKY
criepMaToreHesa Ha ctajuu MeidonuToB y camiioB M. mystacinus X M. rossiaemeridionalisl u M.

mystacinus X M. rossiaemeridionalis8.

VY BocbMu ruOpuaHbIX camiioB M. rossiaemeridionalis x M. mystacinus msl He HabJFO QTN
B KaHaJbBIIaX 3pEJbIX CIEPMATH M CIIEPMATO30MI0B TPU HAKOIJICHHH criepMaToruToB | (Puc.
10M1). Cpennee oTHOIICHHE criepMmartuj K crepmaronutram | Obputo Ommsko k 0:1 mpotws
oxxkpugaemMoro 4:1 U 3HaAUUTENBHO OTIAMYATIOCh OT poauTtensckoro Buaa (0.02 + 0.09, nonapHsIit
kputepuii Bunkokcona, P = 1.4*10'8). B kanameiax cammnos M. rossiaemeridionalis x M.
mystacinus3 u M. rossiaemeridionalis x M. mystacinus5 HaxoaWINCh PEIKHE MHOTOSICPHBIC
1apoo0Opa3Hble CHHIMTHAIBHBIC JJEMEHTHI CrepMmatui. B psge KaHamblieB y camia M.
rossiaemeridionalis x M. mystacinus2 wmbl OOHApPYXHJIU THIEPIPOTUPEPAIHI0  KIETOK
cniepmatorenHoro snurenus (Puc. 103). YV Bcex rubpunos mexay M. rossiaemeridionalis u M.

mystacinus mbr gerextupoBanu TUNEL-nionoxutenbHbie nepBudHbie criepmaronuts (Puc. 10K).
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2.1.4 CniepmaToreHes y camMmuoB Me:kBuI0BbIX ruopuaosB M. arvalis m M. kermanensis

VY tpex rubpunos Mexy M. arvalis «obscurus» u M. kermanensis ma6iitogaacs Bapuarus
CTeleHu HapylIieHui criepmaTorenesa. Y M. arvalis «obscurus» X M. kermanensis2 u M. arvalis
«obscurus» x M. kermanensis3 B HEKOTOPBIX KaHaIbIIaX HAOIIOAAIOCH MPEOOIagaHne KIETOK Ha
CTa/INY TIEPBUYHBIX CIIEPMATOIMTOB U BBIPAKCHHBIN allONTO30M KIIETOK HA 3TOM cTaguu. Y BCeX
THOPUIOB CpellHEe COOTHOIICHHUE CIIEpPMAaTH K criepMaronuTaM | CymecTBeHHO OTIUYanoch OT
oxxumaemoro 4:1 (0.3 + 0.4, momapHbIii KpuTepuii Bunkokcona, P = 6.6*10°). AHomanbHbIe
CIepMaTH/IBl ¥ CIIEPMATO30HU/Ibl HA PAHHHUX CTAJIUSAX Pa3BUTHS ObUIM OOHAPYXKEHBI TOJIBKO y M.

arvalis «obscurus» x M. kermanensisl (Puc. 10JI).

2.1.5 CnepMaToreHe3 y caMIOB MeXBHIOBBIX ruopumaoB M. kermanensis m M.
transcaspicus

dunorenernyeckas jauctanus Mmexay M. kermanensis u M. transcaspicus Obuia
HanOOJIbIIeH Cpe/In BCEX MPEACTABICHHBIX THOPUIHBIX TPYIIIL, OJJHAKO Y MEKBUOBBIX THOPUIOB
JTAHHOW TPYyNIbl HAOMIOJAUCh T€ K€ HapYLICHHs CIepMaTOreHe3a, YTO M Y THOPHUIOB MEXIy
omuskopoactBenHbiMu Bugamu M. kermanensis, M. rossiaemeridionalis u M. mystacinus. Ik
criepMaToreHHoro snutenus y ruopumoB M. kermanensis X M. transcaspicus Obul HapyIieH.
MHorue KaHaiblbl OBUTH 3alOJHEHBI AlONTO3HBIMH TEPBUYHBIMU CHEpMaTOUTaMU. Yucio
CriepMaTH]] CpeIu CEPMATOr€HHOT0 MUTENNS ObIII0 KpalfHe MaJIo M 3HAYUTEIbHO OTINYAIOCH OT
npencrasutens M. mystacinus (0.2 + 0.6, nonapHblii kpuTepuii Buikokcona, P = 2.7%107°). Mut

HaOJII01aJT OCTaHOBKY Meii03a Bo Bcex kaHambiax (Puc. 10M).

Ha ocHoBaHMM BBINICONMMCAHHBIX KOJMYSCTBEHHBIX U KA4CCTBECHHBIX XapaKTECPHUCTHUK
CriepMaTore’esa 'y MCEKBHUIOBBIX FI/I6pI/I,[[OB poaa Microtus Mbr BBIACININ HCECKOJBKO THIIOB

HapYILIECHUN:

1. cmepmaToreHes T0XOHUT J0 3PEbIX aHOMaJIbHBIX CIIEPMATO30H/I0B;

2. criepMaroreHe3 JOXOJHUT JI0 CIIepMaTH/I,

3. cmepMaroreHes JOXOJUT JI0 CIIepMATH]I C HAPYIICHUSMU: B KaHAIIbIIAX HAOII01at0TCs
CriepMaTUbl, arperupoBaHHbIE B MHOTOAJIEPHbIE CHUHIUTUAIBHBIE DSJIEMEHTHI, HO CaMHX
criepMaTH HEMHOTO;

4. ciepMaToreHe3 OCTaHABIMBACTCS HA CTAUU CIIEPMATOIHUTOB |;

5. CIICpMATOICHE3 OCTAHABJIMBACTCA HA CTa/IlUU CHCpMaTOFOHHﬁ.

CaMbIM pacrpoCTpaHEHHBIM HapyIlIeHHeM cpeau TuopuaoB Oiu3kux BugoB M. kermanensis, M.
rossiaemeridionalis u M. mystacinus 6buta OCTaHOBKA CliepMaTOreHe3a Ha CTaJuH CIIEpMaTH/I, C

MEHOTHYECKHM apecTOM B YacTH KaHalblleB. MeHoTHueckuil apecT dacTto Habmromancs
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NPAaKTUYECKH CPEel BCeX TMOPUIOB MEXIy Oojiee r€éHEeTUYECKH M KAapUOTUIIMYECKU JaCeKUMHU
Bugamu: M. kermanensis ¢ ognoit croponsr u M. arvalis “obscurus” u M. transcaspicus, ¢ apyroi

CTOPOHBI.

2.2 lluToreHeruyeckuii anajau3 ruopuaos moapoaa Microtus

CornacHo TaHHBIM THCTOJOTHYECKOI0 aHaIM3a IMHAMUKHU CIIEPMATOT€HE3a y CTEPUIIbHBIX
MEXBHUJIOBBIX THOPHUIOB, CTETICHh HAPYIIICHUS CIIEpPMATOTeHE3a BapbUpPOBaia y THOPHUIOB MEXKIY
pa3HBIMH BHJIAMU, MEXIy THOPHUIAMU MPSMOTO U PEIUIIPOKHOTO CKPEIIMBAHKS U BHYTPU OJTHOTO
ckpemuBanus. 71 BBISIBICHUS ITUTOJOTHYCCKUX MEXAHM3MOB (DOPMHUPOBAHUS THOPUIHON
CTEPWIBHOCTH MBI MPOAHAIM3UPOBAIM OCOOCHHOCTH CHHAIICHCA XPOMOCOM, PEKOMOMHAIIUN U
SMUTCHETUYECKUX MOAU(PUKAIMNA XpOMAaTHUHA y TUOPHUIIOB, POAUTEIBCKHUE BHUIBI KOTOPBIX
pa3IMYaINCh IO CTENEHU TE€HETHYECKOM M XPOMOCOMHOM JUBEPreHIMU. MBI MCIOIb30BaIN
METOJI MMMYHOJIOKQIM3AIMA HECKOJIBKUX OCIKOB, CHEMU(UICCKU SKCIPECCUPYIOMUXCS Ha

pa3HbIxX nojctaausx npodassl | meitoza: SYCP3, SYCP1, MLHI1 u yH2A.X.

2.2.1 CpaBHenue kapuorunos M. rossiaemeridionalis u M. mystacinus

Tak kak yncio xpomocoM u 1wied (2n = 54, FN = 56, Tabnuia 4) ObU10 OJTMHAKOBBIM JIJIsI
BCEX Tpex OJIM3KOpOoACTBEHHBIX BUI0B M. kermanensis, M. rossiaemeridionalis u M. mystacinus,
MBI TIPEAMOIOKUIIM, YTO KAPUOTHITBI BUOB HE PA3IUYAIOTCS TI0 XPOMOCOMHBIM MEPECTPOHKaM.
KocBenno ato noareepxkaatot aanubie C- 1 NOR-okpammBanus M. kermanensis u M. mystacinus

Maxwmymu ¢ coast. (2018).

ITpoBenennoe copmectHo ¢ C.A. Pomanenko G-okparmBanue MetadasHbix XpoMocoM M.
mystacinus B cpaBHEHHHM C paHee OMyOIMKOBaHHBIM Kapuotumom M. rossiaemeridionalis
(Lemskaya et al., 2010) moka3zaio, 9T0 KapHOTHIIBI THX BYX BUOB HE OTJIHYAIOTCS MO KPYITHBIM
XPOMOCOMHBIM TEPECTPONKAM: JeIeHusaM, AyluihuKanusam uid uasBepcusm (Puc. 11). Oxun u3
camioB M. mystacinus sBisiics TeTepO3WUroTO IO paHee OMUCAHHOW B JIUTEpaType

NepHUIICHTPHUECKON HHBepcHH TiepBoii xpomocombl (Mahmoudi et al., 2018) (Puc. 11B).
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Pucynoxk 11. G-okpammBanue kapuorunoB M. rossiaemeridionalis (A) ¢ nokanu3armeit

XpOMOCOMHBIX cermeHTOB M. agrestis (Beprukansubie auHun crpasa) (Lemskaya et al., 2010) u

M. mystacinus (b). UepHble TOYKH MApKUPYIOT MO3MLUH IeHTpoMepbl. CTpenka 0003HaYaeT

MHBEPCHIO yJacTKa I1epBOIl XpOMOCOMBI.
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2.2.2 CuHancuc U peKoMOMHAIUA XPOMOCOM B NMAXMTEHE Y CAMIOB POAUTEIbCKHX
BH/I0B noapoaa Microtus

Y ocobeii poaurenbckux BuaoB M. kermanensis, M. mystacinus, M. rossiaemeridionalis,
M. transcaspicus u M. arvalis «arvalis» MbI HaOJIFOJaJTd CHHAIICKHC ayTOCOM M PEKOMOMHAIIHIO,
TUIHYHBIE U cepoix mosieBok (Borodin et al., 2012; Basheva et al., 2014a; Torgasheva and
Borodin, 2016). B cnepmarouuTax He OBUIO OOHapy>KEHO ayTOCOMHBIX YHUBAJICHTOB WIIU
MyJIbTUBaJICHTOB. [l0J0BBIE XPOMOCOMBI OBLIM JOKAJIM30BaHBI COBMECTHO W 0OOpa30OBBIBAIN
MOJIOBOE TeJIblie, OJHAKO OBLIM IMOJHOCTHIO acHHANTUpOoBaHbL. [lonoBoe Tenblie OBUIO MIIOTHO
MOKPBITO 00akom antuten Kk YH2A.X, uto cBuaeTeNnbCcTBYeT 0 ero nHaktuBanuu (Puc. 12A-B).
[TonHBIA M NOCTOSIHHBIN ACMHAIICHC MOJIOBBIX XPOMOCOM XapaKTEPEH ISl BCEX MPEACTaBUTEIICH

nozapoaa Microtus u siisieTcs: eMHCTBEHHBIM BapuanToM HopMbl (Borodin et al., 2012).

Tabmuma 4. IluToreHeTnveckue XapakTepucTuku crepmaronutoB | M. kermanensis
(KER), M. rossiaemeridionalis (ROS), M. mystacinus (MYS), M. arvalis “obscurus” (ARV), M.
transcaspicus (TRA) u ux F1 rubpuno. /laHHble mpuBeACHBI B BHIEC CpEIHECECTaHIAPTHOES
oTKJIOHeHHe B ciaydae yucina MLHI1 Ha xneTky m cpemHeetcTaHmapTHas OmIMOKAa CPEeIHEro B

CJIydae ImpeaAcCTaBJICHUA JOJU KIIETOK C aCHHAIICUCOM XpPOMOCOM.

Camku CaMubl 2n FN Yucio Yucao MLH1 na Joasi KJIeToK ¢
SKMBOTHBIX KJIETKY acuHancucom (%)
(o011ee YHCJI0 KIIETOK) (o011€ee YNCJI0 KIIETOK)
Poautensckue BUABI
ARV ARV 46 83 1 29.6+2.2 (28) 2.44+2.4 (41)
KER KER 54 56 1 28.0+1.3 (29) 0 (31)
MYS MYS 54 56-58 4 26.6+1.0 (125) 1.6+0.9 (184)
ROS ROS 54 56 4 28.1+1.5 (135) 1.0+0.7 (200)
TRA TRA 52 54 1 26.8+1.1 (32) 0(39)
MeXBUIOBbIE THOPUIBI

ARV KER 50 64 3 HET 100.0+0.0 (146)
KER MYS 54 56-57 4 25.1+2.5 (71) 46.8+3.6 (190)
KER ROS 54 56 3 26.6+1.0 (131) 17.0+2.5 (223)
KER TRA 53 55 2 HET 100.0+0.0 (46)
MYS KER 54 56-57 2 28.6+1.7 (38) 59.645.1 (94)
MYS ROS 54 56-57 8 27.3+£1.7 (144) 38.5+2.5 (369)
ROS KER 54 56 4 27.9+1.5 (79) 12.24+2.2 (230)
ROS MYS 54 56 8 27.1+1.8 (17) 76.0+2.3 (358)

2.2.3 CuHancuc U peKOMOMHAIIUSA XPOMOCOM B NMaXMTEHE Y CAMIOB MEKBUI0BbIX
ruopugoB M. kermanensis m M. rossiaemeridionalis

Pe3ynbTaThl IUTOTEHETHYECKOTO aHAIM3a HAPYIICHUH cliepMaToreHe3a ruOpuIoB MEXITy
M. kermanensis u M. rossiaemeridionalis monTBepkaamy W JAOMONHSIIA  PE3YJIbTATHI

TUCTOJIOTMYECKOro aHaiau3a. Mbl He O6Hapy)KI/IJ'II/I CIICpMATOLMTOB Ha pPacCIlIaCTaHHBIX

npenaparax xpomocoMm y rudpuma M. rossiaemeridionalis x M. kermanensis2 Tak ke, Kak ¥ Ha
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THCTOJIOTHYECKUX cpe3ax. CuHamcuc M pexoMOMHanus OOJNBIIMHCTBA ayTOCOM HE ObUIH
HapyieHbl y ruopuaa M. rossiaemeridionalis X M. kermanensis4, mopdoJioruueckas CTpyKTypa

CEMEHHHKA KOTOPOIro ObuIa CpaBHHMaA C KOHTpOHBHOﬁ.

Hapymienust cunamncuca ObUld OOHApyKEeHbl y OCTAJbHBIX THOPHIOB 3TOH TPYIIIHIL.
BoNbIIMHCTBO ~ MaxXWUTEHHBIX  CIIEPMATOLMTOB  TUOPUIOB  COACpKAIM  MOJHOCTBIO
CHHANITUPOBAHHBIE ayTOCOMBI. 3aBepUICHHOCTh cuHancuca Mapkupoan SYCPI1, curnan
KOTOpOTro ObUT JETEKTUPOBAH IO BCEH JIMHE OMBaieHTa. Y HECKOJBKUX HEOOIBIINUX O pa3Mepy
OMBaJICHTOB HalJI0/1aIach 3aJep>KKa CHHAICKUCa BOJIM3U TeJIOMEpHBIX paiioHoB. B 12,7% (61 u3
482) KJIETOK HAXOUJIOCh 0 IIECTH AyTOCOMHBIX YHUBAJIEHTOB: MAJICHbKUE aKPOLIECHTPUUECKUE U
MeTateHTpudeckue xpomocomsl (Puc. 12I'-]1). AyTocoMHbIEe YHUBAJIECHTHI M TIOJIOBBIE XPOMOCOMBI
AKTUBHO MeTHINCH aHTuTenamu K YH2A. X, uTo yka3piBaeT Ha MPUCYTCTBUE HEPEapUPOBAHHBIX
IByIeno4YeuHbiXx pa3pbiBoB JIHK u  TpaHCKpUNIMOHHBIA CAWICHCUHT aCHHANTHPOBAHHOTO

xpomatuHa (Puc. 12E).

Uucno curaano MLH1 Ha kiteTKy, He ObLUTO CHUKEHO Y CAMIIOB THOPHIOB 110 CPABHEHHIO
¢ poautenbckuM Bugom M. rossiaemeridionalis (Tabauma 4, tect Bemwa, P = 0,11). D10
MOATBEP)KIAET BBICOKUNA YPOBEHb T'OMOJIOTMHM MEXIYy TE€HOMaMH pOAUTEIbCKUX BUJOB U
JIOKa3aHHOE BBIIIE MPEANOI0KEHHE O CXOJCTBE KapUOTHUIIOB POAUTENIBCKUX BUAOB. Ha camom
JieNie CHU3UTh YPOBCHb PEKOMOWHAIINN y cepoit TojieBKu poaa Microtus sensu lato mpakTuuecku

HCBO3MOJXXHO, ITOCKOJIbBKY OH ONM30K K qucity OOJIMTaTHBIX XHAa3M: OKOJIO 1,2 Ha OWBaJICHT

(Torgasheva and Borodin, 2016).

Takum 00pa3om, y Bcex cTepuiibHbIX ruOpuaoB M. kermanensis u M. rossiaemeridionalis,
IpsIMOrO U OOpPaTHOTO HamNpaBlEHUS CKPELIMBAaHUMN, KPOME OJJHOTO, Mbl HaOMIOJaNN OJIM3KUHN K
POAUTCIBCKUM BUJAM YPOBCHb peKOM6I/IHaI_[I/II/I U HU3KYKO YaCTOTY YaCTHUYHOI'O HJIM ITOJIHOTO

dACHHaAIICCa HEKOTOPBIX ayTOCOMHBIX OMBAJICHTOB.

2.2.4 CuHancuc U peKOMOMHAIIUA XPOMOCOM B MaXHMTEHE Y CAMIOB MEKBUI0BBIX
ru6pugoB M. kermanensis m M. mystacinus

Pa3bpoc mo cTamusM OCTAaHOBKHM CIIEpPMATOT€HE3a XOPOIIO COTIACYETCSl CO CTEMEHBIO
HapyYIICHUI CHHAICUCAa ¥ peKOMOMHaIMK y TuOpuaoB Mexxay M. kermanensis u M. mystacinus.
[TporeHT KJIETOK ¢ TIOJIHOCTHIO 3aBEPIICHHBIM CHHAIICUCOM ayTocoM BapbupoBai ot 30% mo 90%
cpeau TMOPUIOB HampasiieHus ckpemuBanus M. kermanensis X M. mystacinus u ot 0% 10 76%
JUIS HampaBJieHus ckperuBanus M. mystacinus X M. kermanensis. B ciyuae, xorja B KJIeTKe Ha

CTaJUU TAaXUTEHbI OBbUIO HEOOJIBIIIOE YWCIO ACHHANTHPOBAHHBIX ayTOCOM, BCE HECTapeHbIS
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XPOMOCOMBI ObUTH HEOOJIBILIOTO pa3Mepa U MapKUpoBauch curaanom YH2A. X, Torna kak curaai
SYCP1 na nux mukorga He Habmomancsa. Cpennee uncno caiitoB MLH1 Ha kieTky coctaBmiio
25,1 £ 2.5 y rubpumo M. kermanensis X M. mystacinus, 4to 3HAYUMO OTJIMYAIOCH OT
pomuTenbeknx BUIOB (TecT Bemua P < 10°), m 28.6 + 1.7 y rubpuma M. mystacinus x M.
kermanensis2, uyro Obuto cpaBHumo ¢ M. kermanensis (rect Bemya P > 0.10) u 3Haummo

oTimyanock ot rubpuzos M. kermanensis x M. mystacinus (tect Bemua P < 107%) (Ta6mua 4).

2.2.5 CuHancuc U peKOMOMHAIIUSA XPOMOCOM B NMAXHMTEHE Y CAMIOB MEKBHIOBbIX
ru6pugoB M. rossiaemeridionalis m M. mystacinus

Y rubpuaoB AaHHOW Tpynmbl HAOIIOAANach BBIPAKEHHAs aCUMMETPHUSI CKPELIUBAHUS.
Meiio3 maTH W3 BOCBMH T'MOpWIOB HampamieHus ckpemmBanus M. mystacinus x M.
rossiaemeridionalis mpoxoui 10 CTaJuu MO3IHEH MaXUTEHbI BO MHOTHX CEMEHHBIX KaHaJIbI[aX,
U CONPOBOXAAJICS pa3HOM CTENEHbI0 HapylleHusi cuHancuca. [IpoleHT MmoJTHOCTHIO
CUHANTHPOBAaHHBIX OWBajeHTOB BapbupoBan oT 80% mo 98%, Torma kak y OCTaBIIMXCSA TPEX
ocobeil cunarcuc Obln 3aBepiieH Jjuiib B 2-11% kierok. Haunbonee yacTbiM HapylleHHEM
cHHarcuca ObUIM yHHBaJeHTHI, Hecymue curHainsl YH2A.X mpu orcyrcrBun curHana SYCP1
(Puc. 12K-M). Ywmcno mo3aHUX pPEeKOMOMHAIIMOHHBIX Y3€JIKOB, MapkupoBanHeix MLHI, B
CIIepMaTOIMTaX Ha CTaJWH MaxuTeHbl y rudpuaoB M. mystacinus X M. rossiaemeridionalis 6s110
CXOJHBIM C YHCIIOM CaliTOB KPOCCHHTOBepa y poauTenbckux BunoB (Puc. 13; Tabnuma 4, tect

Bemua P > 0.05).

BOJBIIMHCTBO ~ CIIEPMATOIMTOB y THOPHIOB  HampaBleHUS  cKpemuBanus M.
rossiaemeridionalis x M. mystacinus ocTaHOBHJIKCh B pa3BUTUH Ha cTaauu 3urotensl (Puc. 120K-
W1). Haubosee nporpeccuBHas cranus npodassl | Habmonanace y rudpuma M. rossiaemeridionalis
X M. mystacinus2. HecMmoTpsi Ha Hanuuyue HeXapaKTepHO# rumeprpoiardepanuy KIEeTOK B
HEKOTOPBIX KaHAIbI[aX, MATTePH CHHAICHCA TOMOJIOTHYHBIX XpOMOCOM Yy TubOpuma M.
rossiaemeridionalis X M. mystacinus2 6bu1 GJIM30K K HOPME M aHAJIOTHYSH OMHCAHHOMY BBIIIE JUIs
rubpuna mexay M. rossiaemeridionalis u M. kermanensis. Tak, y stoii ocodu Gonee 40%
CIIEPMATOLUTOB COJEPIKAIU MOJHOCTHIO CHHANITUPOBAHHBIC AyTOCOMHBIC OMBAJICHTBI, TOT/Ia KaK
y OCTaJIBHBIX 0CO0EH ATOTO HAIIPABIICHUS CKPEIIUBAHUS MIPOILIEHT KJIETOK C ACHHAIITHUPOBAHHBIMH
ayrocomaMu Obl1 Oosee 96%. Yucno curnamoB MLH1 B maxutenHeix Mmeionurtax y M.
rossiaemeridionalis X M. mystacinus2 He OTJIMYaIOCh OT 4YHCJIAa CAaWTOB PEKOMOWHALIUHU Y

ruOpu10B 0OpaTHOTO HanpasieHus ckpenuanus (Puc. 13; Tabmuia 4, tect Benua P > 0.05).
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Pucynox 12. CrnepmaTtonuThl MOJIEBOK M HUX MEXBHIOBBIX rubpunoB F1 Ha paszHbIx
cragusax npodassl 1. IlepBas cTpoka: KISTKH Ha CTQAMU MAXUTEHBl Y POTUTEIBCKUX BUIOB M.
transcaspicus u M. rossiaemeridionalis (TRA, A, B; ROS, b). Bropas cTpoka: KIETKH Ha CTaiH
NaxXUTEHBl Y MEXBHUIOBBIX THOPHUIOB C MICHTHYHBIMH KapUOTHIIAMH POIUTEIHCKUX BUIOB M.
kermanensis x M. rossiaemeridionalis (KER x ROS, I'-E). TpeTbst cTpoka: KJI€TKH Ha CTaJuu
3UTOTEHBI Y MEXBHIOBBIX TMOPUAOB C MJICHTUYHBIMH KapHOTUIIAMU POJUTENBCKUX BHIOB M.
rossiaemeridionalis x M. mystacinus (ROS x MY, XK-1). UerBepTast cTpoka: KJICTKH Ha CTaJHH
3UTOTEHBl Y MEXBHJIOBBIX TMOPHUJOB C PA3TUYHBIMUA KapUOTUIIAMH POJAUTENILCKUX BUAOB M.
arvalis x M. kermanensis (ARV x KER, K-M). [IsaTas cTpoka: KJIETKH Ha CTaJHHU JICITOTCHBI y
MEKBUJIOBBIX THOPH/IOB C Pa3IMYHBIMU KapHOTHIIAMH POIUTEIbCKUX BUI0B M. kermanensis x M.
transcaspicus (KER x TRA, H-II). Crom0upl COOTBETCTBYIOT HMMYHOOKDPAIIMBAHUIO
meitotnueckux 6enxo: MLH1, SYCPI u yH2A.X, coorBercTBeHHO. CTpeNKH yKa3blBalOT Ha
YHUBAJICHTHI HJIM aCHHANTHPOBAHHBIE PAOHBI XPOMOCOM; MOJOBBIE XPOMOCOMBI 0003HaYCHBI X
u Y. Macmra6: 10 MxMm.
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Pucynox 13. Yucno curnanoB MLH1 nHa xnerky mns kaxmour ocobu M. arvalis (ARV) M.
kermanensis (KER), M. mystacinus (MYS), M. rossiaemeridionalis (ROS), M. transcaspicus
(TRA) u rudpumor F1 M. kermanensis x M. mystacinus (KERXMYS), M. kermanensis x M.
rossiaemeridionalis (KERXROS), M. mystacinus x M. kermanensis (MY SxKER), M. mystacinus
x M. rossiaemeridionalis (MYSxXROS), M. rossiaemeridionalis x M. kermanensis (ROSXKER),
M. rossiaemeridionalis x M. mystacinus (ROSXMYS), npeacraBienHoe B Buje Trpaduka

(CKPHUIIKN» C ﬂHanaMMOﬁ pa3maxa. I'eHoTUIIMUECKUE T'pYIIIIbI 0003HaYECHBI OJHUM LIBETOM.
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2.2.6 CuHancuc U peKOMOMHANMSI XPOMOCOM B NMaXHTEHE Y CaAMIIOB MEKBHIOBBIX
ruopugos M. arvalis m M. kermanensis

Mps1 HaOIIOANM CEPHUI0 CHHANITHYECKUX HApYIICHHWH y Tpex rudpunoB M. arvalis x M.
kermanensis. BeposiTHO, CHHANCHC XPOMOCOM ObLI 3aTPyJHEH BCJICJACTBUU 3HAYUTEIBHOU
KapUOTUIIMYECKON AMBEPreHINMH MexX1y poautenbckumu Buaamu (Puc. 12K). Kapuotuner G-
O9H/JMHra BBICOKOTO paspelieHust ObuUiu ommcanbl panee y M. arvalis «obscurus» u M.
rossiaemeridionalis, omnako mnomoOHas pabGora He Obuia mpoBeneHa st M. kermanensis.
Kapuotuner M. arvalis «obscurus» u M. rossiaemeridionalis pasmuuaroTcss 1Mo OmHOM
Po0OepTCOHOBCKOW TpaHCIIOKAIMHM, TPEM TaHIACMHBIM CIUSHUSIM, ISATH TEPUICHTPUICCKAM
WHBEPCHUSM U IIATH LIeHTpoMepHbIM ciBuram (Mazurok et al., 2001). Ha ocHoBaHWY 3THX JIaHHBIX,
MOJITBEPXKICHHONW HIACHTUYHOCTH KapuoturnoB M. rossiaemeridionalis u M. mystacinus u
IPEINONI0KEHUH 00 HACHTHYHOCTH KapuoTumoB M. rossiaemeridionalis u M. kermanensis, Mbr
OXHIAIH OOHAPYKUTh CIEAYIOIINE CHHANTHYECKHEe KoHburypaiuu y rudbpumoB M. arvalis
«obscurusy x M. kermanensis: 4 TpuBaiieHTa, 7 TeTepOMOP(HBIX OMBAJCHTOB C OJHOM
[IEHTPOMEPOH B IPUTEIIOMEPHOM YJIaCTKE U IPYTrOi IICHTPOMEPOi B cepenune, 1 rerepoMopHbIi
OMBaJICHT C JBYMS IICHTPOMEpaMH Ha MPOTHBOIOJIOXKHBIX KOHIAX W 11 romMomMopdHBIX

OMBAJICHTOB (OAMH METAEHTPUYECKUHN U IeCATH aKPOLIEHTPUUECKHUX ).

Cpenu 146 uccnenoBaHHBIX KJIETOK MBI HE OOHApPYKWJIM HU OIHOM, COAeprKalieil Bce
ornucaHHble KoH(purypanuu. CnepMaTomuT ¢ HAWOOJBIIMM KOJWYECTBOM  OXKHJAEMBIX
CHUHANTHYECKUX KOH(purypauuii cojepxkan 11 romoMoppHBIX OHBaJeHTOB, 8 YacTUYHO
CHUHAIITUPOBAHHBIX TI'eTepOMOP(HBIX OMBAIEHTOB, 2 TpHUBaJeHTa W 6 YHUBAJIEHTOB. B nByx
KJIETKaX BCTPEYAINCh BCE OXHUAaeMble TpuBajeHTsl. B 6,1% kietok Mbl HaOm0gaIM
TETpaBAJIEHTH, 0OpPa30BaHHBIC B PE3YyJIbTaTe HETOMOJOTMYHBIX XPOMOCOMHBIX aCCOIMALUN B
NEepULICHTPOMEPHBIX paiioHax. Bo Bcex KieTkax MpUCYTCTBOBAI XOTs Obl OMH reTepoMopgHbIi

6I/IB8.J'IGHT, IIpU 3TOM TPEThb KIICTOK HE COJACPpIKaIa FOMOMOp(I)HBIX OMBAJICHTOB.

He mecymme curnama SYCP1 yHuMBaJeHTHI ObUIM HanOoJiee YaCThIM MEHOTHYCCKHM
HapymenueM (Puc. 14JI). Ux uucno BapbupoBasio oT 5 10 48. MHoOrue KJieTKU cOJepKaiu
HEYETHOE KOJIMYECTBO YHUBAJIEHTOB, YTO YKa3bIBAE€T HA TO, YTO HEKOTOPBIE M3 MX IOMOJIOTOB
ObUIM BOBJICUEHBI B HETOMOJIOTUYHBIN cuHarncuc. Takum oOpa3zom, criepMaTouuTsl TuopuaoB M.
arvalis x M. kermanensis pasiauyanich Mo YUCIAY W THIAM HapyIICHHWH CHHAIUCHCA; MEHo3

OCTaHaBJIMBAJICA Ha CTaJAWU 3UTOTCHBI.

PexomOunamust y ruopumos M. arvalis X M. kermanensis Obuia MOJTHOCTBIO MO/IABJICHA.

Curnanet MLH1 mabmomanuch B €IUHUYHBIX KJIETKaX. XpPOMAaTHMH YHHBAJICHTOB U
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ACHHAIICUPOBAHHBIX PAallOHOB OMBAJIEHTOB M TPHUBAJICHTOB BCEX TPEeX TMOPHI0B OOHAPYKHUBAJ
XapakTepHble  IIPU3HAKUM  HEPENApUPOBAHHBIX  JAByLenodedyHslx  paspeiBoB  JIHK m

TPAHCKPHUITIIMOHHOTO CalJIeHCHMHTa: MHOKecTBeHHBIe curHainbl YH2A. X (Puc. 12M).

2.2.7 CuHancuCc U peKOMOMHANMSI XPOMOCOM B NMaXHTEHE Y CaMIIOB MEKBHIOBBIX
ruopuao M. kermanensis m M. transcaspicus

B cnepmaTouuTax AByX caMIioB THOPHI0B MEXKIY BHAaMU C HAaHOONbIIEH FeHETUYECKOM
mucrannuein M. kermanensis u M. transcaspicus Mbl HaOJIIOJanM BCE TPU3HAKH ITOJHOTO
HApyLICHUsS CHHAIICUCA, YTO COTJAacyeTcs C JaHHBIMU rUcTOoNornyeckoro anamusa (Puc. 12H).
Curnan SYCPI1, 6enka nentpanpHoro annementa CK, oTcyTcTBOBanm BO BCeX HMCCIICIOBAaHHBIX
kinetkax (Puc. 120). Mmuorouucnennsle curHaiasl YH2A.X  joKaiuM30Bamuch  BJOJIb
ACHMHAIITUPOBAHHBIX OOKOBBIX 3JIEMEHTOB Bcex xpoMocoMm kietku (Puc. 12I1). CnenoBarensHo, y
camIoB ruOpuoB Mexkay M. kermanensis u M. transcaspicus ocTaHoBKa Meiio3a mpoH30IIIa Ha

CTaJuu JICIITOTCHEIL.

Taxum 06p8.30M, MbI 06Hapy>KI/IJ'II/I Bapuanu B CTCIICHU MeNOTHYECKHUX HapymeHI/Iﬁ y
MEKBHUJIOBBIX T'HOpHIOB TOJIEBOK mozapoxa Microtus. Bpemsi auBepreHIMH HCCICIyeMbIX B
JAHHOU paboTe BUIOB TOTO pofaa cocTasisieT okoio 60-250 teic ner. [Ipu 3Tom kapuotursr M.
arvalis u M. transcaspicus M. rossiaemeridionalis, M. kermanensis u M. mystacinus otiu4garoTcs
ot kapuotunoB M. rossiaemeridionalis, M. kermanensis u M. mystacinus mo HeCKOJbKUM
XPOMOCOMHBIM T€pecTpoiikaM. XPOMOCOMHBIM acHHAINCUC, MO-BUJIMMOMY, OBLI OCHOBHOM
IPUYMHOM OCTaHOBKM Meio3a. CTelneHb acMHaICHCa HIMPOKO BapbUpOBajia MEXIY KIETKaMH,
MCKIAY 0co0sIMU OIHOTO CKpCUIMBAHUWSA, MCIKAY HAIIPABIICHUAMUN OAHOI'O CKPCIIMBAHUA U MCKIAY
Pa3HbIMU CKPCHIUBAHUAMHN — OT YaCTUYHOT'O ACHUHAIICHCAa HECKOJIbKUX HeOOJIbIINX OMBAJIEHTOB
A0 TIOJIHOTO ACUHAIICHCa BCEX XPOMOCOM. O6OF3.H.ICHI/IC MCYCHHUECM ’YH2AX paﬁOHOB aCHHaIICuca
CBHJICTEIILCTBYET O HAJIMYMM HECIAPEHHBIX ABYHUTEBBIX paspeiBoB JHK u, kak npasuio,
COIIPOBOKAACTCA TPAHCKPHUITITHOHHBIM CalJICHCUHTOM HECITapCHHOT'O XpOMaTHUHA. 3T0, BEpPOATHO,

CTajJ0 OCHOBHOM HpH‘lHHOf/'I CTCPUIIBHOCTU MCKBUIOBBIX FI/I6pI/I)10B.

3 I'nmOpuaHasi cTepuIbHOCTD Y MpeAcTaBuTE el poxa Phodopus

HemoxokuM Ha OMMCAHHBIC BBIIIE CIYYaeM SIBISICTCSA THOPHIHAS CTEPHILHOCTD MEKIY
JIBYMs1 OJTM3KOPOACTBEHHBIMHU BHIaMH MOXHOHOTHX XoMs4koB, P. sungorus u P. campbelli (Puc.
2). Jlannbie Buapl auBeprupoBanu okoio 0.8-1 mun ser wazang (Neumann et al., 2006), ux
KapUOTHUIIBI Pa3IMYalOTCS TOJBKO MO pa3sMepy U IMOJOXKEHHIO I'eTePOXPOMATHHOBBIX OJIOKOB
(2n=28, FN=54, Ta6xumua 5) (Romanenko et al., 2007). OnHako eAMHCTBEHHOE paHee ONMUCAHHOE

HapyIlIeHHe B MEH03¢e 3aTparuBajio TOJbKO CHHAICHC TOIoBbIX XpomocoM (Ishishita et al., 2015).
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Jis oTBeTa Ha BONPOC, KAaKOH IUTOrCHETHYECKUI MEXaHU3M IpHBENl K (HOpPMUPOBAHHIO
rUOpHUIHON CTEPUIIBHOCTU B 3TOM CJIy4ae, Mbl HCIIOJIb30BAIA CaMIIOB U CAMOK THOPUIOB MEXKIY

P. sungorus u P. campbelli.

Beuto mokasano, uro y ruopumos P. campbelli X P. sungorus Habimogaercss aCHMMETPHS
CKpCIIMBaHMs, TaK Kak ruOpuabl camku P. sungorus u camma P. campbelli rubnyr eme mo
poxnenus (Brekke et al., 2016). M3BectHo, uyto rubOpuasl ot camku P. campbelli u camma P.

sungorus }KI/I3HCCHOCO6HH, IIpu 3TOM FI/I6pI/II[HBIe caMlbl CTCPUIIBHBI, 4 CaMKHU (bCpTI/IJ'IBHBI

(Ishishita et al., 2015).

3.1 I'ucrosiornyeckuii aHaau3 rudpuaos poaa Phodopus

Jlns onpejierieHusl CIICKTpa HapyIICHUH criepMaroreHesa y rudpuaos P. campbelli x P.
sungorus E.A. KuzunoBoii OblI IPOBEIEH T'MCTOJIOTMYECKHUM aHaIN3 AMHAMUKU ClIepMaTOreHe3a
y poautenbckux BuaoB (Puc. 14A) u rudbpunos (Puc. 14b-B). V Bcex ruOpuaoB HaO0IaIHCh
MHO>KECTBEHHBIE abeppanuu B MOP(OJIOrHMH CEMEHHBIX KaHAJbIEB U MX coaepkumoro. Bo
MHOTHX KaHaJIbI[aX MIPOCBET ObUT PaCIIMPEHHBIN MO0 MyCTOM, IUKI CLIEPMATOTEHHOTO SIUTENUS
obu1 HapymmieH (Puc. 14b-B). B mpocBere kaHaibIleB HE OBUIO HOPMAIBHO CO3PEBAIONINX MU

3peIIBIX CIIEPMATO30H/I0B.

[To cTamusiM OCTaHOBKM criepMaToreHes3a ruOpu/bl ObUIM pa3jienieHbl Ha rpynnsl 4 u b.
Kanasnb1ipl rubpuioB Tuna A NpakTHYECKU HE CO/IEPIKAIN CIIEPMATOTEHHOT O SIUTENHS: B CTEHKaX
KaHaJbIeB ObUIM TOJILKO MHOTrouyucieHHble kieTku Cepronu U peakue crnepmatoronun (Puc.
13B). Y rubpunoB tumna b5 HaOMIOJATUCH PEIKHAE CIIEPMATHABI U €IUHUYHBIE CIIEPMATO30UIbI
AQHOMAJIbHOI MOP(OJIOTHH, CIIEPMATOTCHHBIN AMUTENnil KaHanbieB ObuT 00eaHeH (Puc. 14B). B

JAIbHEUIINI [IUTOTeHETUYECKHUI aHaIN3 MEHOLIMTOB BOIILUTA TOJIBKO THOPHIBI THIIA b.

OTHomIeHUE criepMaTu] K criepMaronuraM | ObUIO 3HAYUTENHHO CHUKEHO y THOPUJIOB
TUNA b W OTIMYAIOCh OT POAMTENBCKUX BHIOB W OT oxumaemoro 4:1 (0.2 + 0.1, momapHbIit
kputepuii Buskokcona, P = 2*10°%). TIpu sToM B kaHamblie HAKAMIMBAIMCH CIEPMATOIUTHI HA

MO3/IHUX CTaausaX npodassl .
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Pucynok 14. I'mcromornueckue cpe3bl ceMeHHbIX KaHanbiieB Phodopus campbelli (A) u
ruopugos F1 P. campbelli x P. sungorus tuma A4 (b) u tuma 5 (B), okpalieHHBIX reMaTOKCHIIHH-
so3uHoM. SPG, cmepmatoronmu; SPG, cnepmaroronuu; SPC, cnepmaromute;; SPTD,
cnepmaruasl; SPZ, ciepmarto3ounbl. Macmra6: 20 mxMm. Mcxomnbie Gpororpaduu ObutH TF00€3HO

npenocrasiienbl E.A. Kuzunosoit.
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3.2 lluToreHeTuyeckuii anajiu3 ruopuaos poaa Phodopus

C nomo1pI0 T’MCTOIOTHYECKOI0 aHAIN3a CPE30B CEMEHHBIX KAHAJIBIEB, HAXOASIIUXCS HA
pa3HBIX Talax CrepMaToreHe3a Mbl OKa3aiy, YTO Y TMOPUIOB MPOUCXOIUT OCTAaHOBKA Mei03a U
HAKOILJICHHE CIIEPMATOLIMTOB IepBoro mopsjaka B koHie npodassl I (Puc. 14). Ha stoii craguu
MPOUCXOJUT JIBA OCHOBHBIX IPOILIECCOB MeiHo03a — CHHANCHC W PEKOMOWHAIWS, HapyIICHUS
KOTOPBIX MOTYT MPUBOIHUTH K alONTOTUYECKOW THOenu ramer. Mbl UCCIEeNOBAIA CUHAICHC U
PEKOMOMHAIIMIO ayTOCOM U MOJIOBOr0 OMBAjJeHTa HA CTAJIUU MMaXUTEHbI Y CTEPUIbHBIX CAMIIOB U
deprunbHbIX camok rudpumos P. campbelli u P. sungorus u y poauTenbckux BUAoB. [1Jis 3TOro
MBI CTIOJIB30BAIH IMMYHOJIOKATH3AIUIO KITF0UeBbIX O0enkoB metio3a: SYCP3, SYCP1, MLH1 u
YH2A.X. IonoBo# OMBajeHT y caMOK ObLI HICHTU(PHUIMPOBAH C MOMOIIBIO (IIyOPECIICHTHOI IN

Situ rubpuan3auu ¢ THOpUAM3AMOHHOM PoOoi Kk X-xpomocome M. auratus.

3.2.1 Cunancuc 4 peKOMOMHAIUS AyTOCOM

B knerkax Ha cTaauM CpeaHEH-MO3HEH MaXUTEHbl TOMOJIOTMYHBIE ayTOCOMBI Y
POJIUTENBCKUX BUJOB M y THOPHUIIOB CHHANTUPOBAHBI MO BCEW JUIMHE, Y AJIUHHBIX XPOMOCOM
NPaKTUYECKH KaKJ0€ XpPOMOCOMHOE rmiedo HeceT 1-2 caiita MLH1, ans kopoTkux xpomocom
XapaxkTepHo Hainuuue oaHoro oomena (Puc. 15). Heromonornuneie accoruanuyu 1 UHTEPIOKUHT
XPOMOCOM HJIH 3alIeTNICHHE HETOMOJIOTHYHBIX XpOMOocoM ObutH KpaitHe penku (Puc. 15, Puc. 16;
Ta6muia 5). OTMeueHa HHIUBHIyATbHAs BapHalus yrcia curaanoB MLH1 kak y camiioB, Tak u
y camMok poautenbcekux BuaoB (H-kputepuit Kpyckana-Yommca, P < 0,01). Camubl u camMku
THOPHIOB OBUTH JTOCTATOYHO OJHOPOAHBI 1Mo 3Tomy mpu3Haky (P > 0,05). Mbr He HaOIOMATH
3HAUMMBIX pa3nuduii mo yncny caiittoB MLH1 Ha kieTky Mexay ruOpugaMu U poIUTENTbCKUMU
Bugamu (t-xputepuii Cteionenta, P > 0,05) (Puc. 17; Tabmuma 5). 10 ykas3piBaeT Ha TO, 4YTO

pPEeKOMOMHALIMSA ayTOCOM He Obljla HapyllleHa Y THOPUA0B 00OUX IOJIOB.

MBI OLIeHWIIN PEKOMOWHAIIMOHHBIE XapaKTEPUCTUKHU Y YETHIPEX BHIOPAHHBIX ayTOCOMHBIX
OMBAJICHTOB, KOTOPBIE OBLIM OJHO3HAYHO WACHTH(HUIMPOBAHBI 10 MX JJIMHE M EHTPOMEPHOMY
unnaekcy (Puc. 18). [Ipu cpaBHeHNM OHMBaJICHTOB BBISABIEHBI JOCTOBEPHBIE MOJIOBBIE PA3INYMs B
ux JuiHe (t-kputepuit CThiofieHTa nocie nonpasku boHpeppoHu Ha MHOKECTBEHHbIE CPAaBHEHHUS,
P < 10°) u cnabble mONOBEIE pasiuuus B yucne curaanos MLH1 BayTpu kaxmoi rpymmsr (P >
0,004). T'ubpuabl 060MX TMOJOB TOKA3aJIX CJIA0bIE OTIWYHUS OT POJUTEIHLCKUX BUIOB IO YHCITY

curHanoB MLH1 mo kaxnomy u3 BeiOpanubix ouanentos (P > 0,003).
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Tabmuna 5. I{uToreHeTnueckue xapakTepucTHku crepmarornutoB Phodopus sungorus
(PSU), P. campbelli (PCA) 1 ux F1 rubpunos. /laHHbIC PUBEICHBI B BUIE CPEIHEEECTAHAAPTHOS
OTKJIOHEeHHE B ciydae yucia MLHI Ha kieTky W cpenHeetcTaHAapTHas OIMHOKAa CPEIHEro B

c1ydya€ IMIpEeACTaBJICHHUSA JOOJIM KICTOK C HHTCPJIOKHHIOM (SaHeHJ'IeHI/IeM HEIroMOJIOT'HYHBIX

XpPOMOCOM).
Camkn Camosl Ioa 2n FN Yucao Yucao Yucao MLH1 na Yacrora
JKHBOTHBIX  KJIETOK KJIETKY HHTEPJOKHHTa
Pojgurennckuie BUABI

PSU PSU IS 28 54 3 119 19.3+2.9 0.2+0.2%

PSU PSU Q 28 55 3 119 19.242.2 0.3+0.3%

PCA PCA IS 28 54 3 89 19.242.5 0%

PCA PCA Q 28 55 3 151 18.5+3.6 2.5+0.8%
MexBUI0BbIE THOPUIBI

PCA PSU IS 28 54 2 86 19.74+2.4 0.5+0.4%

PCA PSU Q 28 55 4 177 17.943.6 3.1+0.9%

[TatTepusl pacnpenenenus MLH1 y ruGpuioB u poauTenbcKiuX BUIOB ObLIN aHAJTIOTHYHbI
OIMCAHHBIM JJIs1 ApYyrux MiiekonuTaronmx (Segura et al., 2013; Capilla et al., 2016). Taxk, yactora
curmamoB MLH1 Obpia BBICOKON BOJIM3M JHUCTAIBHBIX KOHIIOB XPOMOCOM W HHU3KOW OKOJIO
[IEHTPOMEPHBIX PalilOHOB. Pacmipesenienne caiiToB KPOCCUHTOBEPA B/I0JIL OMBAJICHTOB OBLIO OoJIee
pPaBHOMEPHBIM B OOIMTaX, B cpaBHeHUU co crnepmatouutamu (Puc. 18). Mbl oOHapyxunu
JIOCTOBEPHBIE PA3NIUYUs MEXAY POAUTEIHCKUMHU BUAaMU U TuOpugamu F1 Toro ke moma B

pacnpenenennu curHaioB MLH1 Bronb onHux u Tex xe 6uBaneHToB (kputepuid Kommoroposa-

CwmupHoBa, P < 0,004).
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MLH1

Pucynox 15. [Taxurennsie cniepmarorutsl (A—B) u oouuntsl (I'-E) P. sungorus (A, I'), P.
campbelli (b, JT) u rubpunos F1 P. campbelli x P. sungorus (B, E). KpacHusiit — SYCP3, 3eneHbiit
— MLHI1, cunmii — nenrpomepHsie 6enku. CTpenkamy oka3zaHbl HECIIApEHHbIE EHTpoMepbl XX

ouBasieHTa. Macmrrad — 10 MxM.
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Pucynok 16. ®parment mnaxureHHoro oorra P. campbelli, wuiroctpupyrommii
uHTepaokuHr (A) u rubpuaa F1 P. campbelli x P. sungorus, niirocTpupyroui HeroMoIOrHuHbI#
cunarncuc ayrocoM (b) u coorBercTByromue cxemarnunble nzo0paxkenus CK (B, I'). Kpacubrii —

SYCP3. Macmrrad — 10 MxmM.
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Pucynok 17. Yucno curnanoB MLH1 Ha knetky as kaxmoir ocoou P. campbelli (PCA)
P. sungorus (PSU) u rubpumos F1 P. campbelli x P. sungorus (PCAxPSU) camok (female, f) u
camiioB (male, m), TpeACTaBICHHOE B BHUJE TpaduKka «CKPUIKH» C JUAarpaMMOi pa3maxa.

T'enoTnnmaeckue T'pYyIIibL 0003HaYEHbI OJJHUM IIBETOM.
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Pucynok 18. Pacnpenenenue curnanoB MLH1 mo OuBanentam 1, 4, 5, 7 u nonoBomy
OMBaJIeHTY B MAXUTEHHBIX criepMaronuTax u oonutax P. sungorus, P. campbelli u rubpumos F1
P. campbelli x P. sungorus. Homep GuBasieHTa yKa3aH cjieBa OT THCTOIPAMMBbI pacIipe/Ie/ICHusI.
UepHbIil TPEYrONBHUK TOKA3bIBACT IOJIOKEHUE IEHTPOMEPHI sl Kakaoro rpaduka. Ock X
NoKa3biBaeT moyiokeHue curHanoB MLHI1 Ha OuBaneHTe, Kaxaoe IeJIEHUE COOTBETCTBYET
npumepro 1 mxkM umHbl CK. CTONOIBI TUCTOrpamMMbl MOKa3bIBAIOT YACTOTY OWBAJIICHTOB,
coaepKamux onuH (cuHuil), ABa (KenThIi) i Tpu (¢puonerossiii) curHana MLH1 B xaxmom
uHTepBatie JUHBL. [{udpsr moa kaxapM rpadukoM 0003HAYAOT YHCIIO MPOAHATHU3UPOBAHHBIX

xpomocom/curaanos MLH1.



87
3.2.2 CuHancuc ¥ peKoMOMHAIUS 0JI0BOr0 OuBajenta XY

Pasnuuns B cuHamcuce W PEKOMOMHAIMHM TIOJIOBBIX XPOMOCOM Yy CaMIIOB MEXIY
POIWTEIBCKUMH BHAAMH W THOpuaamu Obuin Oojiee BbIpaxkeHHbIMH (Puc. 15). BonbmimHCTBO
NaXUTEHHBIX KieTok P. sungorus u P. campbelli comepxamu d9acTHYHO WM ITOJHOCTBIO
cunantupoBanubiii XY OuBaieHt (Puc. 15A, b, Puc. 19A; Tabnuna 6). B HOpMe B cHHAIICHC
BOBJICKAIOTCSl JIUCTAIBHBIA y4acTOK Kopotkoro rmieda X (Xp) m mmuHOro mieda Y (YQ).
CuHarcuc HaYMHASTCSI C KOHIIOB OMBAJICHTA M IPOJI0IDKASTCS IO Beel ummHe Y -xpoMocombl (Puc.
20). B HekoTOpbIX KJIETKax Iuie4o YP ObUIO MOJHOCTHIO CHHANTHPOBAHO C IMPOKCHMAIbHOM
yacTeto X(. JucranbHas yacte X( ocTaBanach aCHHaAITUPOBAHHON U IEMOHCTPUPOBAJIa CUIbHBIN

curHan YH2A. X, B To BpeMsi Kak B 00J1aCTH CHHAIICHCa CUTHAI oTcyTcTBOoBal (Puc. 21A).

Tabmuma 6. OTHOCHTENbHAS YacTOTa HAPYIIEHWH CHHAICHCA TIOJOBBIX XPOMOCOM Y
cammoB P. sungorus, P. campbelli u ux F1 rubpuaoB Ha craguu cpeaHEH-103AHEN TaXUTEHBI.
Yucito KMBOTHBIX COBIAaeT ¢ TakoBeM B Tabmume 4. JlaHHble NPHUBEIEHBI B BHIE

Cpe/Hee+CTaHJapTHAS OIINOKA CPEIHETO.

XapakTepuctuka cunamncuca XY

I'pynna Yucio AcumanTupoBan CuHanNTHPOBAaH, CuHanTHpoOBaH,
KJIETOK Her MLH1 ectb MLH1
P. sungorus 191 0.11+0.02 0.36+0.04 0.53+0.04
P. campbelli 152 0.09+0.02 0.26+0.04 0.65%0.04
F1 213 0.78+0.03 0.12+0.02 0.10£0.02

Y tubpu10B OOJBITMHCTBO MAXUTEHHBIX CIIEPMATOIUTOB COACP A CHHANITHPOBAHHBIC
TOJILKO AWCTaTbHBIMA KOHIamMH (Puc. 19B) wim TOMHOCTHRIO acCHHANTHPOBAHHBIC IOJIOBBIC
xpomocomsl (Puc. 15B, Puc. 19B, I', Puc. 21b, J1). B HekoTOphIX KIeTKax acHHANTHpOBaHHAas Y -
xpomocoma obpazoBsiBasia mmuwibky (Puc. 1917). Ha acuHancupoBaHHBIX OJIOBBIX XpOMOCOMAax
curaan YH2A. X 011 paBHOMEPHO pacipeielieH 10 BCeH JUTMHE, YTO, BEPOSTHO, CBUACTEILCTBYET
00 wux TmoNHOW TpaHcKpunuuoHHoW wuHaktuBaruu (Puc. 21b, ). M3 Bcex KieTtok ¢
acuHanTupoBaHHBIMU X u Y B 80% KIIETOK MOJIOBBIE XPOMOCOMBI PACIONIaralluch PSAOM JIPYT C
npyrom B obrmiem ooiake YH2A. X (Puc. 215, /1), B octaBmixcs 20% KJIETOK OHH HAXOJUJIHCh Ha

paccrosinuu apyr ot apyra (Puc. 19B, I).



Pucynoxk 19. [Taxutennsie ciemarouuTsl P. sungorus (A) u rudpunos F1 P. campbelli x
P. sungorus (b—I") nocne oxpaiuBaHusi HUTpaToM cepedpa, BBIABIECHHBIE C MOMOILBIO METOAA
3JIEKTPOHHON MUKpOCKONUU. BykBamu 0003Hau€HBI [TOJIOBBIE XPOMOCOMBI. (A) OJIHBINA CHHATICUC
mexay Xp 1 Yq; (b) cunancuc mexxay HeBbIpOBHEHHBIMH KOHIIaMU Xp U Y(; (B) acunancuc X n
Y; (I') acunancuc X u Y, rae Y CHUHanTUpYeT caMa Ha ce0sl HEroMOJIOTMUHBIM 00pazoM, 00pasys

mmuibKy. Macmrad — 10 Mxwm.

Pucynok 20. Mopdomnorus nonoBoro o6mBaienta XY B crnepmaronurax P. sungorus Ha

CTaJI¥ MTAXUTEHBI (BEPXHUH PST) M COOTBETCTBYIOME cxeMmaTnaHbie n3o0paxenus CK (HmxHui
psan). (A) nuHamuka cuHancuca XY. Kpacweit — SYCP3, 3enensii — MLHI, cunmii —
nenTpomepusie 6enku. (b) Mmopdonorus XY OuBanenrta nocie C-nmogodHoro okparmBanus DAPI

Juis BeIsiBNIeHHUsI C-KOHCTUTYTUBHOTO rerepoxpoMaTtina. Kpacueiii — SYCP3, cunnit — DAPI.
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Pucynoxk 21. [Taxutennsie ciepmarorutsl (A, b) u oorut (B) P. sungorus (A) u rubpuos
F1 P. campbelli x P. sungorus (b, B). Kpacusriit — yH2A.X, 3enensiit — SY CP3. Hwxuuii psg (I'—
E) nemoHcTpupyeT yBenuueHHOE U300pakeHne OeNbIX MyHKTUPHBIX PaMOK BEpXHETO psana. (A,
[') cunanTupoBaHHbBIN MOJOBOK OuBameHT XY, aCHHANTUPOBAaHHAS YacTh XPOMOCOM TMOKpBITA
obmakom YH2A.X. Crpenka o6o3HauaeT paiioH cunarcuca, cBodomueii ot YH2A.X; (b, M)
pacrmoox)eHHbIe psyioM X- 1 Y-XpoMocoMbl B ennHOM oOitake YH2A. X. Crpenka o6o3HavaeT Y-
xpomocomy; (B, E) XX OuaneHt, B KoTopoM acuHanThpoBaHbl XpP. CTpenku 0003HAYAIOT

JUCTAJIbHBIC KOHIBI ACMHAIITUPOBAHHBIX mieueit. Macmtad — 10 MkM.
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MLH1 Bcerma pacmonaraicsi B mceBuoayrocomHom paiione (ITAP), pacnonoxeHHOM B
y3koM mnputenomepHoM paiione Xp u YQ (Puc. 20A). Pasmep IIAP onenuBaics kak
OTHOCHTENIbHOE paccTosuue Mexay KoHioM Xp (YQ) u cameiM maapHuM curHaiomMm MLHI1 wu
coctapisit okosio 10% ot Xp mwiu okosio 1 MKM BO BcexX Tpex IpyIiax, HECMOTps Ha TO, YTO B
HOpME CHHANTUPOBAHHBIN YYaCTOK COCTABIISII LEIMKOM JUTMHHOE IUIEYO aKpOIIEHTPUYECKOr Y-
xpomocombl (Puc. 20). M3BecTHO, 4YTO CHHANTUPOBAHHBIA Y4acTOK OHWBaJeHTa Yy 000UX
POIMTEIBCKUX BHIOB HMEET reTepoxpomarntoByio npupoay (Vistorin et al., 1977; O’Brien et al.,
2006). Hebombrmoit pasmep I[TAP npu Hanuuuy MpOTSHKEHHOTO paioHa CHHAIICKCA Y MTOJIOBOTO
OMBaJIeHTa MOXET CBHJETEILCTBOBATH 00 3()()EKTHBHONW CHHANTHYECKOW MOJATOHKE TAaHHOTO

y4acTKa ¢ IOMOIIBI0 HETOMOJIOTUYHOTO CHHAIICHCA TeTepoXpoMaTHOBBIX mieuei (Puc. 20B).

MBsI HabJr0JalIi TOCTOBEPHOE pa3inyie MEXKAY POJUTEIbCKUMU BUIaMU U THOpHIaMU IO
yactore acunancuca XY (OpHONponopuuoHaibHbIi z-kputepuii, P < 10%). V poaurenbckux
BUOB OoJibIIe MONOBUHBI OnBasieHTOB XY copepikano MO3THUKA pEeKOMOMHAIMOHHBIA Yy3€JIOK,
Torna kKak y rubpugoB smmb 10% mMOIOBBIX XpoMOCOM JeMOHCTpupoBano curaan MLH1
(Tabmuua 6). Paznuuust B yacToTe TakMX OMBAJIEHTOB JOCTOBEPHBI KAK MEXKIY POAUTEIbCKUMHU
BUIaMK U THOpumamu, Tak U Mexay P. campbelli u P. sungorus (OaHonponopiuoHaibHbId z-
kputepuii, P < 101 u P < 0.03 coorercTBenHO). [loHMmKeHHAs YacTOTa BhIABIeHHUs caiita MLH1
B IIAP poauTenbCKux BHUAOB MOXKET OBITh CBS3aHa C ACHHXPOHHOCTHIO (HOPMHPOBAHUS

pPEeKOMOMHAIIMOHHBIX y3elKOB B xo/e mpodassl I (Carpenter, 1979).

OpHaKo eciy NpUHATh BO BHUMaHHE TOJBKO CHHAITUPOBAHHBIE MTOJIOBbIE OMBAJICHTHI, TO
MBI HUBEJIHPYEM Pa3JINYHs B YaCTOTE CHHAICHCA TIOJOBBIX XPOMOCOM MEXIY POJUTEIECKUMHU
BUJAMH U ruOpujamMu U c(HOKycHpyeMmcsl TOJbKO Ha 0COOEHHOCTSIX pekomOuHauuu IIAP. ¥V
camuoB rubpuos curian MLH1 nokanuzoBacs B mpurenomepHoM paifone Xp u Yq B 44,7+7,3%
MIOJIOBBIX OMBAJIEHTOB, CHHAIICHC KOTOPBIX OBLT HaYaT WJIM MOYTH MOJHOCTHIO 3aBepIleH (IU1e4o
Xp CHHANTHPOBAJIO TOJIHOCTHIO), 1O cpaBHeHHMIO ¢ 71,2+3,8% y camrios P. campbelli u 57,3+3,8%
y camioB P. sungorus. CHuxeHHe 4acTOThl peKOMOMHAIK Y THOPHI0B 0€3 yueTa MMOBBIILIEHHOM
BEPOSTHOCTH ACHHAIICHCA MTOJIOBOT0 OMBAJIEHTA 10 CPABHEHUIO C POJUTEIBCKUMH BUIAMU MOXKET

OBITH CIIEJICTBHEM 33JIePXKKHU perapaiy ABYHUTEBBIX pa3pbiBoB B ITAP.

3.2.3 Cunancuc ¥ peKOMOMHAIUS MOJIOBOro ouBajieHTa XX

3HauuTENbHAS YacTh OOIMTOB U Y POJUTENBCKUX BHJIOB, M Y THOPHIOB coJepkaia
MoJIoBOM OmBajeHT XX C HEBBHIPOBHEHHBIMH IIEHTPOMEPAMH M HECTIAPCHHBIMH TEJIOMEPHBIMU
KoHIamMu kopotkoro mieda (Puc. 15I-E, Puc. 21A; Tabmuna 7). Tak kak mog00HbIe OMBaICHTHI

OTCYTCTBOBAJIU B CICPMATOLHMTAX, MbI IIPCATIONIOKHIIN, YTO 3TO moyioBoil  OmBajmeHT XX.
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[Tpeamnonoxenue O6bUTI0 MOATBEPKIACHO ¢ ToMolbio FISH ¢ 30H10M X-XpOMOCOMBI 30JI0THCTOTO
xoMmsiuka Mesocricetus auratus (Romanenko et al., 2006). 3oH 1aBai CUIIBHBIN CIICIU(PHUSCKHUIT
curHan Ha X(, B TO BpeMs Kak rerepoxpoMatuHoBoe¢ Iuiedo Xp (Puc. 22B) ocraBamoch
HeokpareHHbIM (Puc. 23). HauGobIiee 4nuciio KJIeTOK ¢ HEBHIPOBHEHHBIMH LIEHTPOMEPAMH Y XX
obu10 y TmOpuoB (Tabnuua 7). Pasnuune Mexay rubpugaMu 1 000MMH POIUTEIbCKUME BUIaMH

66110 HocTOBepHBIM (OHOMPONOPIMOHANBLHEIH Z-KpuTepuii, P < 107).

Ta6nuia 7. OTHOCUTENIbHAS YaCTOTA HAPYIICHUH CHHATICHCA TIOJIOBBIX XPOMOCOM Y CaMOK
Ha CTaauu cpefHei-mo3aneii maxurersl y Phodopus sungorus, P. campbelli u ux F1 rudpumos.
Uucmo >KUBOTHBIX COBMAAaeT ¢ TakoBeiM B Tabmune 4. JlanHple NpUBENCHBI B BHJIC

Cpe/Hee+CTaHJapTHAS OIINOKA CPEIHETO.

XapakTepuctuka cuHancuca XX

I'pynna
Yucii0 KJIETOK IenTpoMepbl HeBLIPOBHEHBI Acunamncuc Xp
P. sungorus 151 0.52+0.04 0.12+0.02
P. campbelli 321 0.37+£0.03 0.10+0.02
F1 162 0.70+0.04 0.62+0.04

Pucynok 22A mnoka3piBaeT AMHAMUKY CHHAIICMCA IIOJIOBOTO OHWBajeHTa y CaMOK
KapJMKOBBIX XOMsuKOB poaa Phodopus. Cunarncuc JIMHHOTO Tuieda X-XpOMOCOMBI 9acTO ObLT
YK€ 3aBEpIIIEH, B TO BpeMsI Kak IPUIICHTPOMEPHAs YacTh ObllIa CHHANITUPOBAHA, HO HE BEIPOBHEHA,
a y JUCTAJIBHOTO KOHIIA KOPOTKOTO IJieda OWBaJICHTa HE OBUIM 3aBEpPIIEHbI HU CHHANCHUC, HU
CHUHANTHYeCKas MOATrOHKa. MBI MpeanonaraeM, 4To OONbIION TeTepoXpOMATHHOBBIN OIOK Ha
KOPOTKOM Tiede X-XpOMOCOMBI 3aMeISLIT CHHAIICUC TOTO paiioHa, OIHAKO YacTh OMBAJIICHTOB, Y
KOTOPBIX IIEHTPOMEPHI OBLIM BBIPOBHEHBI, OBICTpPEE MPOXOJWIA CHHANTUYECKYIO TMOITOHKY.
[TomMmuMoO 3TOTO, MBI MOTJIM HAOJIOJATh OOIUTHI HAa Pa3HbBIX CTAIUAX MAXUTEHBI, YTO OOBSCHSET,

MMOo4YeMYy HE BO BCCX KJICTKAX HNECHTPOMCPBI ObLIH HCBBIPOBHCHHBIMH.

Hexoropeie OuBanmeHTbl XX C HEBBIPOBHEHHBIMHU IEHTPOMEPAMHU JIEMOHCTPUPOBAIH
YACTUYHBIA WM TIOJHBIA ACHHAIICUC JMCTAIBHBIX KOHIOB XpP. HecmapeHHble y4acTKu ObLIH
nomeveHsl anTutedamu YH2A. X (Puc. 21B, E). Dta abepparnus Oblia TOBOJIBHO YacTOH cpenu
UCcclielyeMbIX ocoOell M 3arparuBajia OOJBIIYIO YacThb MAXWTEHHBIX OOIMTOB Y THOPHUIOB
(Tabmuma 7). Paznuume mexny ruOpuaaMu U POAMTEILCKUMU BHIAMH OBLIO JTOCTOBEPHBIM

(OHOTIPOTIOPIMOHANBHEI Z-KpuTepuii, P < 10719),



92

MLH1

Pucynok 22. Mopdonorus monoBoro 6usanenta XX B oonurax P. sUngorus Ha craauu
MaxXUTEHbI (BEPXHUHN psA) U COOTBETCTBYIOLIUE cxeMaTHuHble n3oopaxenuss CK (HHxHUHI psin).
(A) nunamuka cunarncuca XX. Kpacusiii — SYCP3, 3enenbiit — MLH1, cuauii — neHTpoMepHbIe
oenxu. (b) mopdomnorus XX 6usanenta nocie C-mogooHoro okpamuBanus DAPI nis BeIsiBICHUS

C-koHcTuTyTUBHOTO rerepoxpomaruta. Kpacueiii — SYCP3, cunuii — DAPI.

‘ Y
. X-xpomocoma MAU

Pucynok 23. Oomur P. campbelli Ha cragum nmaxuteHsl mocie UMMYHOOKPAIIMBAHHUSI

(cnmeBa) u mocnenyromel rudpuausanuu (cupasa). Kpacusiii — SYCP3, cunuii — neHTpoMepHbIe
Oenku, 3eneHblii — npoba k X-xpomocome M. auratus (MAU). CtpenkaMu mokaszaH IMOJIOBOH

ousasienT XX. Macmra6: 10 MM.
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Ms1 He HaOmonanu curHansel MLHI1 Ha rerepoxpomaruHoBoM 1uiede XpP. OnuHOYHBIE
curHanbsl MLH1 6butn 0OHapyxensl Tonbko Ha X( (Puc. 15I'-E, Puc. 18, Puc. 22A). Y HeKOTOpbIX
ouBaneHTOB XX orcyrcTtBoBaiu curHaibl MLHI1 Ha oGoux muedax. IlaTtTepH pacmpeneneHus
curHanoB MLH1 Baonbs X( 0611 TOX0K Ha HAaOJI01aeMbIi Ha TUIeYaX METAlEHTPUICCKUX ayTOCOM
KapJIMKOBBIX XOMSYKOB C TMKOM BOJIM3H TEIOMEpPhI M MPOBaioM BOIM3H LeHTpomepsl (Puc. 18).
[Tockonbky XX OWBaJCHTHI C HECNAPEHHBIMU TEIOMEPHBIMH KOHIIAMH W HEBBIPOBHEHBIMU
LHEHTPOMEPAMHU BCTPEYAINUCh B KJIETKaX C MOJHOCTHIO CHHANTHPOBAaHHBIMU ayTocoMamu (Puc.
21B), MBI mpeoTaraeM, 4To CHHAIICHUC TIOJIOBOTO OMBaJieHTa ObLT 3aiepikaH. ITa 3aiepKKa Oblia
cuiibHee BbIpaxkeHa y rubOpumo P. campbelli X P. sungorus B cpaBHEHHH C POIUTEIHCKUMH

BUOaMMU.

Takum 00pa3om, MbI He OOHAPYKWJIM HAPYIICHUI B CHHAIICUCE U PEKOMOMHAIINY ayTOCOM
KaK y CaMOK, TaK U y CaMIIOB THOpUIOB OJIM3KOPOJICTBEHHBIX BHJOB MOXHOHOTHX XOMSYKOB P.
campbelli u P. sungorus, kapuoTUIIBI POTUTEIBCKAX BUIOB KOTOPBIX HMPAKTHYECKH MOJTHOCTBHIO
UJICHTUYHBI, & BPeMsl JUBEPICHIIUU POAUTEIBCKUX BUIOB OKOJIO 1 MiH sieT. OHAKO HaUuue
OO0JIBIIIOrO TeTepOXPOMATHHOBOTO OJI0Ka B KOPOTKOM ILIeue X XPOMOCOMBI, BO3MOYKHO, BHI3BIBACT
3aJIep)KKy CHHAIICHCAa IMOJOBOrO OWBajJeHTa y THOPHIOB OOOMX TIIOJIOB U MPEISTCTBYET
pEeKOMOMHAIIMA B 3TOM pailoHE y CaMOK. JTO MOXET OBITh NMPUYMHONH BBICOKOW YacTOTHI
acHHAIICUCa IMOJIOBOr0 OMBAJICHTA Yy CaMIIOB U, KaK CJEJCTBUE, THOPUIHON cTepriibHOCTH y P.

campbelli u P. sungorus.

OBCYJKJEHUE

1 Mexanu3sm ¢opmupoBaHusi THOPUAHON CTEPHJILHOCTH Yy NpeAcTABUTeN el pojaa

Alexandromys

1.1 MexBugoBbie THOpPHIbI CTEPUJIbHBI, TOI/a KaK BHYTPMBHAOBbIe THOPHUABI
JAeMOHCTPUPYIOT NOKA3aTeJM CliepMaTOreHe3a, CpaBHUMbIE € POAUTENbCKUMHU BUIAMH

C IOMOTIBIO TUCTOJIOTHYECKOTO aHATN3a TOHA/T MBI TTOKA3aJIH, YTO THOPUIIBI MEKTY TPEMS
omuskopoacteenHsiMu Bugamu (Bannikova et al., 2010; Lissovsky et al., 2018) ¢ cunbHOi
KapHOTHITMYECKON TuBeprennueit A. maximowiczii, A. mujanensis u A. eVOronensis crepusbHbI.
DTO XOpOIIO corjacyercs ¢ pe3yiabTaraMu, NojdydeHHbiMH Meiiep ¢ coaBT. (1996). ABTOpHI
MOKa3aJIM OTCYTCTBHUE (DEPTUILHOCTH Y MEXKBUIOBBIX THOPHIOB Ha (OHE OCTAaHOBKH
CIiepMaToreHe3a, B OCHOBHOM, Ha CTaInU criepMatoiuToB. CorjiacHO HAallTMM JTaHHBIM, THOPHTHAS
CTEpUIIBHOCTh y CaMIIOB — 3TO CIICJICTBHE aHOMAIIMW Pa3BUTHsI CIIEPMATOIMTOB U CIIEpMATH/I,

KOTOPBIC IMPUBOAAT K HAPYHICHUIO CIICPMATOI'CHE3A. O,[[HaKO y HpCﬂCTaBHTCHCﬁ POAUTCIILCKUX
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BUJOB, a TaKkKe Yy THOPHIOB MEXIy Teorpaguueckd H30JMPOBAHHBIMH MOMYISALIUSAMH U
XPOMOCOMHBIMH pacaMu A. eVOronensis, KapruOTHITbI KOTOPBIX OTIUYAIOTCS OTIMYAIOTCS IPYT OT
Jpyra cepueil XpOMOCOMHBIX IIEPECTPOCK, CIIepMaTorene3 nporekaer HopmaibHo (Tabmuna 8),
YTO TOBOPUT 00 MX MNOTEHIHATbHOM (epTuiabHOCTH. M3 3TOro cieayer BOmpoc: KakoBa
IUTOJIOTUYECKAass OCHOBAa pa3NUuuii B (EPTWIBHOCTH MEXAY BHYTPU- M MEKBUIOBBIMU

rubpugamu?

1.2 AcuHancuc siBJsIeTCSI OCHOBHOI NPUYMHON MeHOTHYECKOIro apecTa W, Kak
cJIeICTBUE, CTEPUIBHOCTH Y MEKBH/IOBbIX THOPHU/I0OB

CornacHo pe3yibTaraM IMPOBEJCHHOIO HAaMH IIMTOTCHETHYECKOTO aHaIM3a OCHOBHOM
IPUYMHON OCTAHOBKH MeH03a, a, CIIEJ0BATEIbHO, U CTEPUIIBHOCTH y MEXBHUIOBBIX TMOPUIOB
rpynnbl  «MAaximoWwICZii» sBJSIETCS aCHMHANCHC TOMEOJOTMYHBIX XPOMOCOM, KOTOPBIA MBI
BU3YAJIM3HPOBAIM C ITOMOIIBI0 MMMYHOJOKAIU3AIUN OEJIKOB JIATEPAIPHOTO M LEHTPAIBEHOTO

anementoB CK (Puc. 5) u ¢ momoinsio snekrpornoit Mukpockonuu CK (Puc. 9).

Panee i1 HECKOJBKUX BHUJIOB MIICKOMMTAIOMIMX OBUIO TIOKAa3aHO, YTO ACHHAIICHUC
TOMOJIOTUYHBIX XPOMOCOM MPUBOIUT K HAKOIUICHUIO HEPENapUPOBAHHBIX IMPOMEKYTOUHBIX
PEKOMOMHAIIMOHHBIX COEIWHEHH, a HEeCIapeHHbIE YYacCTKH XPOMOCOM IOJIBEPraroTCs
TpaHCcKpunuonHomy caiiencunry (Turner et al., 2005; Turner, 2015). Kietka, B KOTOpO#
TIOJIABIISIETCS] SKCIPECCUS TEHOB, MOTEHIMATBFHO HEOOXOIUMBIX JUII MEHOTHYECKOW TPOrPECCUH
CIIEPMATOIMUTOB, HE MPOXOIUT TOUYKY KOHTPOJISI MAXUTEHBI, YTO TPUBOJIUT K OCTAHOBKE Meio3a
(Burgoyne et al., 2009; Turner, 2015) u anonrotndeckoii rudenu kinetku (Odorisio et al., 1998;
Cloutier and Turner, 2010).

V rubpunos mexay A. maximowiczii, A. mujanensis u A. eVOronensis npucyTcTBOBAIIN BCe
BBILLICONTUCAHHBIE TIOCIEACTBUS MHOXECTBEHHOTO AaCHMHAICUCA TOMOJOTMYHBIX XPOMOCOM:
HaKOIUIEHUE HEpenapupOBaHHBIX JBYHUTEBBIX pa3pbiBoB JIHK, menoTnueckuii caillieHCUHT
HECMapEeHHOr0 XpoMaTuHa, Mapkupyembiid anturenamu k YH2A.X (Puc. 51U, M, II), anonro3
NepBUYHBIX CIIEPMATOIUTOB, MapkupyeMbix ¢ momouibio TUNEL (Puc. 3E, 3, K, M) u pa3nmuunbie
NOCTMEHOTHYECKHE HapyLIeHHWs, TaKue KaKk aHOMaibHas Mop(doyiorus chepMaTHx U

cnepmarozonnioB (Puc. 3/1, JK; Tabnwma 8) m yMeHbIIeHHE UX TTyJia B KaHATbIAX.



95

Tabmuma 8. Hapymenus crnepmarorenesa y A. maximowiczii (MAX), A. mujanensis
(MUJ), A. evoronensis «Apru» (EVA), A. evoronensis «9Bopon» (EVE) u ux BHyTpH- u
MEKBUJIOBBIX THOPHIOB. YHCIIO CaMIIOB, BOLIEIIINX B aHAJIHM3, COBIAAAET C JaHHBIM B Talmmuie

2.

Camku Camubl IMocaexnss
JAeTeKTUupyemasi
craaus
raMeToreHesa

I'ameTorenes

MeiioTnueckas npodasa |

Pooumenvckue 6uowi

MAX MAX  Cnepmaro3ounsl bes HapymeHwi Bes HapymeHmii
MUJ  MUJ CriepmaTo3zounsl  bes HapymeHuit Be3 Hapymenmii
EVA EVA  Cnepmarosounsl bes HapymeHmit Bes Hapymenmii
EVE EVE CriepmaTo3ounbsl  bes Hapymenuit Be3 Hapymenmii
EVA EVA  Cnepmaro3ounsl bes HapymeHuit Be3 HapymeHwmii

Meoicnonynsyuonusie 2ubpudsl u UOPUObL MENHCOY XPOMOCOMHBIMU PACAMU

EVA-2 EVA-1 Cnepmaro3ounst

bes napymenuit

be3 Hapymenuit

EVA-2 EVE Criepmato3ounabsl  bes HapymieHunit mimm Be3 HapymeHwmii
W 3aMEIJICHHBIN
criepMaToluThl |  criepMaToreHes
Meoiceuoosuie cubpudwvi
MUJ MAX  Cnepmatozouasl CriepMaTupsbl, AcHHAICHUC ayTOCOM, YHUBAJICHTHI,
arperupoBaHHbBIC B rerepoMopQHbIe OUBAICHTHI, TPUBAJICHTHI,
MHOTOSIJIEpHbIC CJIOXHBIE MynbTHBaIEHTHL. YH2A. X B MecTax
CHHIMTHAIIBHBIC DJIEMEHThI,  acuHarcuca. Ynuciio no3aaux
CIepMaTO30U/IBI C PEKOMOWHALIMOHHBIX Y3€JIKOB HE CHIDKEHO
aHOMAJIMSAMHU
EVA MUJ Crnepmato3zounsl  CriepmaTuisl, AcCHHAIICUC ayTOCOM, YHUBAJICHTHI,
arperupoBaHHBIC B rerepoMopQHbIe OUBAJICHTHI, TPUBAJICHTBI,
MHOTOsIJIEpHbIC CJIOXHBIe MysbTHBaIeHTHl. YH2A. X B MecTax
CHHIMTHAJIbHBIC DJIEMEHTHI,  acuHarcuca. ExnHuYIHbIe 03 1H1e
CIIEpPMaTO30HIbI C PEKOMOMHAIMOHHBIE Y3€IKH
aHOMAaJIMSAMHU
MUJ EVA  Cnepmarozouasl OcTaHOBKa Meio3a Ha AcCHHAIICUC ayTOCOM, YHUBAJICHTHI,
MaXUTEHO-TIOI00HON CTaguu  TeTepoMOp(HbIC OMBAJICHTHI, TPUBAJICHTEHI,
clloXHbIe MynbTHBaeHTbl. YH2A. X B MecTax
acuHaricuca. [1031HIX peKOMOMHAITMOHHBIX
Y3€IIKOB HET
MAX EVE Crepmatonutel | OcraHoBKa Meiio3a Ha ACHMHAIICUC ayTOCOM, YHUBAJICHTHL,
MaxXUTEHO-TIOJOOHOM CTagun  reTepoMopQHbIe ONBaJICHTHI, TPUBAJICHTHI,
clioxHbIe MynbTHBaeHTbl. YH2A. X B MecTax
acuHarncuca. [1o37HIX peKOMOMHAITMOHHBIX
Y3€JIKOB HET
EVA  MAX  Cnepmaromnutsl | OcranoBka meiio3a ACHMHAIICUC ayTOCOM, YHUBAJICHTHI,

MNpEUMYHICCTBCHHO Ha
3UT'OTCHO-TIOA0 OHoI CTaguun

rerepoMopQHbIe OUBAJICHTHI, TPUBAJICHTHI,
CJIoXHBIe MysbTHBaIeHThl. YH2A. X B MecTax
acuHaricuca. EqnHuyHbIe I031H1E
PEKOMOMHAIIMOHHBIE Y3EJIKU
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1.3 ¥V Me:XBUAOBBIX TMOPHIOB ACMHANCHC TOMOJIOTHYHBIX XPOMOCOM 00YCJIOBJIEH
CJIOKHOM reTepo3UroTHOCTHIO M0 CEPUU XPOMOCOMHBIX NepecTpoeK

Bce MexxBumoBbie THOPUIBI TPYIIIIBL «MAaXiMOWICZii» ObUIM CIO0XKHBIMU I'€TEPO3UTOTAMU
1O DAY ajJbTEPHATHBHBIX CIHMSHUN XpPOMOCOM C MOHOOpaxuaibHOH romoiorueil. CiausHus
Pa3IUYHBIX aKPOLEHTPHYECKUX XPOMOCOM B pasHbIX codeTaHusx (PoOGepTcoHOoBCkue wiH
TaHJIEMHbIC) 3aKPEIHIINCh WM OCTAJIKNCh B OJMMOP(PHOM COCTOSIHUM Y POJIUTEIbCKUX BHIOB. B
pe3yJibTaTe rOMOJOTHYHOTO CHHAICUCA TAaKUX XPOMOCOM Y THOPUIOB JOJDKHBI 00pa30BBIBATHCS
JUTMHHBIE XpOMOCOMHBIE 11eH (70 21 amemenTa). B mpueHTpoMepHBIX 001acTsIX CHHATICUC OBLT
3aTPyJHEH W3-3a TONOJOTMYECKUX OrPaHWYEHHH, YTO MPUBOJMUT K (PparMeHTAMH OKUIAAEMOM
JUTMHHOM LIETTH XPOMOCOM Ha HECKOJIbKO 00J1e€ KOPOTKUX HE3aMKHYTBIX ST 1/UIH YHUBAJICHTHI
(Puc. 5XK-I1, Puc. 9). CnoxHasi Te€TEpO3MIOTHOCTh IO MEPUIICHTPUYCCKUM HHBEPCHSIM U
IICHTPOMEPHBIM CABHIaM B XPOMOCOMHBIX 3JIEMEHTaX IeTel YCIOKHIA TOUCK TOMOJIOTHH, YTO
YCUIIMBAJIO 3aJep)KKy CHHArcuca. Pa3nuyms B CIOXHOCTM CHHANTHYECKOW KOH(UTypanuu
ONPECISUTA  pa3jiuyus B BBIPAKCHHOCTH MEHWOTHYECKUX abeppalmid MEXAy pa3HbIMH

CKpCIIMBAHHUAMU MCKBUIAOBBIX FI/I6pI/IILOB U MCXKIY FI/I6pI/II[aMI/I OJHHUX U TCX XKC CerHIHBaHHfI.

AcHWHAICUC SBISICTCS OCHOBHOH, HO HE CIWHCTBCHHOW NPUYMHOW THOpHIHOU
CTePWJIBHOCTH y HCCIEeAyeMbIX TMoyieBok poxa Alexandromys. ®opMHpOBaHHE CIOXKHBIX
CHHANTUYECKUX KOH(PUTYpALUH MOXKET MPUBOAUTH K HEPACXOXKICHHIO XPOMOCOM B HEOOJIBIIIOM
YHCIIe CIIEPMATOIMTOB, KOTOpPBIE YCIIEIIHO IPOTPECCHpPOBaIM a0 cTamuu Mmetadassr |, wu,
CIleIOBAaTENIbHO, O00pa30BaHMIO HecOaTaHCHMPOBAaHHBIX rameT. Meiep u coaBT. (1996)
JIETEKTUPOBAIH CJIOXKHBIC MOJMBAJICHTHBIE 1IeTH Ha cTaguu metadassl | y camiioB rubpumos A.
mujanensis x A. maximowiczii. 9To Takxe coriacyercs ¢ pe3yJbTaTaMH UCCIICIOBAHHIA BIHSHUSI
NPOCTOM ¥ CIIOKHOW TETEPO3UTOTHOCTH 10 PALYy POOEPTCOHOBCKHX TPAHCIOKAIMA Ha
MEHOTHYECKOE MOBECHUE XPOMOCOM M (epTHIBHOCT Y AUKUX M JlabopaTopHbiX Mblmei (Redi
et al., 1985; de Boer et al., 1986; Hauffe and Searle, 1998; Garagna et al., 2001, 2014; Merico et
al., 2003; Medarde et al., 2015; Forster et al., 2016; Ribagorda et al., 2019).

1.4 Biusinne XpOMOCOMHBIX IepecTPoeK HA CHHAINICUC U PeKOMOUHAIIMI0O XPOMOCOM Y
BHYTPHBH/IOBBIX THOPHIOB A. EVOronensis.

Mp1 HaOIr0 AT HOPMaJIbHBINA CHHAIICUC U PEKOMOMHAIIMIO XPOMOCOM Ha CTaJIUU CpeIHEH -
NO3Hel MaXUTEHbI y MpeJCTaBUTeNeH poIUTeIbCKUX BUIOB A. maximowiczii, A. mujanensis, A.
evoronensis «Apru» u A. evoronensis «9BOpPOH» M Y MEXKIOMYJSIHOHHBIX H MEXPaCOBBIX
ruopuoB A. evoronensis (Puc. 5T'-E, Puc. 7). Takum 006pa3om, TeTepO3UroTHOCTb MO OJHOM HITH

HECKOJIbKUM (710 JEBSITH) XPOMOCOMHBIM IE€peCcTpoilkaM (MHBEpPCHUSIM, CIBUTAaM LIEHTPOMED,
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PoOepTCOHOBCKMM WJIM TaHIEMHBIM TPAHCIOKAIMAM, KOTOPbIC HE HAKJIAJbIBAIOTCS JAPYr Ha
Jpyra) HE OKa3bIBACT HEraTUBHOTO BIMSHHUS Ha TMPOXOXJICHUE MEH03a y IOJIEBOK TPYIIIbI
«Maximowiczii» u, BEpOATHO, HE BIUACT Ha (EPTHIBHOCTH HOCHUTEICH, YTO COIJIACyeTcs C
U3BECTHBIMHU JIMTEPATYPHBIMU JTAHHBIMU. Y BHIOB, JUIS KOTOPBIX OBLI OMHCAH XPOMOCOMHBIH
noaumopdusm: Tyko-tyko (Lanzone et al.,, 2007; Basheva et al., 2014b), oOwikHOBeHHas
oypo3yoka (Wallace et al., 2002; Borodin et al., 2019) u 3emnepoiika (Matveevsky et al., 2023),
OBLTO MPOJIEMOHCTPUPOBAHO HE3HAYUTEIBHOE BIMSHUE MPOCTONH T'€TEPO3UIOTHOCTH 110 OJHOMY

HJIM HECKOJIBKUM XPOMOCOMHBIM CIIUMAHUAM Ha CUHAIICUC XPOMOCOM.

Hekotopoe KoOnMM4YecTBO HWMHBEPCHH, MO KOTOPBIM  HAOJMIOAANCS BHYTPH- U
MEXKITOMYJIAIMOHHBIA TOMMMOP(HU3M, JOCTOBEPHO HE CHH3WIO YPOBEHb DPEKOMOWHAIUH Y
BHYTPUBHIOBBIX THOpPHUIOB A. €VOronensis u MeXBHIOBBIX rHOpuaoB A. mujanensis x A,
maximowiczii. BeposTHO, 3TO MOXXET OBITh CBA3aHO C TEM, YTO YPOBCHb PEKOMOHHAIMH Y
UCCJICIOBAaHHBIX BUJIOB M IPYTUX OIMMCAHHBIX paHee BUa0B poxa Microtus (Borodin et al., 2010;
Torgasheva and Borodin, 2016) nogaepxuBaeTcss Ha MHHUMAJIBHOM YPOBHE: B CPEIAHEM OJIHA
XHa3Ma Ha XpOMOCOMY. ACHHAIICUC U MEHOTHYECKUH apecT y JPYruX MEXBHUIOBBIX THOPUIOB

MI0JIEBOK MPHUBOJIMIIN K MPAKTUYIECKH MMOJHOMY MOIaBIeHuI0 pekomOuHamu (Tabmuia 8).

JInst GOJNBIIMHCTBA TIOJIOBBIX KJIETOK TE€TEPO3UTOT IO MEPUICHTPUIECKUM HHBEPCHIM
XapaKTepeH HErOMOJIOTHYHBIN CHHAIICHC HHBEPTHPOBAHHBIX PAiOHOB. Y MHOT'MX BHIOB OITHCaHa
CHHANTHYeCKas IOJrOHKAa B WHBEPCHOHHBIX TETNIAX, KOrJa MNpOMCXOAUT 3(deKkTuBHOE
BbIPABHUBAHKUE TOMOJIOTOB OTHOCHTENbHO apyr apyra (Moses et al., 1982; Borodin et al., 1990;
Torgasheva and Borodin, 2010; Torgasheva et al., 2013). 13 storo cieayer, uTto mpocTas
reTEePO3UTrOTHOCTD T10 OJHON MJIM HECKOJIBKUM WHBEPCHUSAM WIIH CIABHIaM IIEHTPOMED HE BBI3bIBAET

OCTaHOBKH Me€i03a U HE BIMAET Ha YPOBCHb peKOM6I/IHaI_II/II/I y HOCHUTEICH.

3anupaHue peKOMOMHALIMH B TOYKAX pa3pbIBa MIEPECTPOEK U B UHBEPTHPOBAHHBIX pailoHaX
BJIMSICT HA YMEHBIIICHUE TIOTOKA FTCHOB MEX/Ty TONYJISAIUSIMUA U COXPAHSET alalTAllHOHHbIC OJIOKU
TeHOB. DTO OBUIO IMOKAa3aHO HAa CEPUHM PA3IMYHBIX MPHUMEPOB, B TOM YHCIE Ha IpUMEpe
XPOMOCOMHOTO BHI000pa30BaHMsl B CHUTYyallMH cuMmraTpuu 6adouek Brenthis, kapuoTursl BUIoB
KOTOPBIX Pa3MyaIUCh cepuerl xpomocoMmHbix crustauii (Mackintosh et al., 2022). BeposrHo,
HENaBHSIS M HETOJHAs M30JIAIHs TOMYJISAHA TpUBelia K TOMY, YTO HEMHOTHE MEePECTPOHKH
YCIENTU 3aKPEMHUTHCS B KOHKPETHBIX XPOMOCOMHBIX pacax M UX BIMSHHE HA PEKOMOWHAIMOHHBIH

J'IaHIlI_Ha(I)T OKa3aJIOChb HEC3HAYHUTCIIBHO.

Bo3MoxxHOEe moOJaBiIeHUE peKOM6I/IHaI_II/II/I B paﬁOHax rpaHul TIIEPECTPOCK MOKCET

CIoCcOOCTBOBATh BUI000Pa30BaHUIO Yy PACCMOTPEHHBIX MOJeBOK poaa Alexandromys. OmgHako
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CTEpWJIBHOCTh THMOPHUIOB IOJABJSIET MOTOK I'€HOB MEXIYy BuUIamu Oojee 3((eKTHBHO, yeMm

OrpaHMYEHUE YPOBHS PEKOMOMHALINH.

1.5 XpomocoMHblii MoJIMMOP(U3M Y BHAOB IPYHIbI «Maximowiczii», mo-BuaumMomy,
HelTpaJieH

Mpbl BBIIBUIM, 4YTO IIpOCTas TIE€TEPO3UTOTHOCTb 110 HECKOJBKHM XPOMOCOMHBIM
HepPeCTPOiiKaM B ciydae IMOJEBOK IPYIIIBI «MaxXimowiCZii» He HapylIaeT CHHAIICUC XPOMOCOM H
IPOTPECCUI0 Melo3a y HocuTeneil. DTO yKas3bIBaeT Ha TO, YTO OTOOP MPOTUB XPOMOCOMHBIX
reTepo3uroT MasioBepositeH. [logaBnenue pekoMOUHAIIMH Y TPOCTHIX TETEPO3UTOT 110 MHBEPCHUSIM,
LEHTPOMEPHBIM C/IBUIaM U CIMSHUSAM XPOMOCOM MOXET IPUBOJAUTH K HAPYLICHUIO PABHOBECHS
[0 CLEIUICHUIO MEXIYy aIeNIIMH, PAcHOJOXKEHHbBIMM B TOYKax paspbiBa. Takue OJOKH
CLEIUIEHHBIX ajienel (cymepreHbl) ObLIM OOHApY)KEHbl Y HECKOJIbKMX BHJOB PAcTeHHH U
xuBoTHBIX (Schwander et al., 2014). OxHako MaJOBEPOSTHO, YTO HEOONBIIME W3MCHEHUS B
HaTTepHax PEKOMOMHALMU Yy NPOCTHIX TETEPO3UTrOT HUIPAIOT BAXKHYIO DPOJIb B CTaOMIBHOM
HOJ/IEP)KaHUM ~ XPOMOCOMHOTO  moiuMopdusMa y  uccileayemblx  BuaoB. [lomoOHoe
IPEIOI0KEeHNE MOTpeOoBao Obl HATMYME MOBBIIIEHHON MPUCTIOCOOIEHHOCTH Y TETEPO3UTOT IO

MepeCTpONKaM.

bonee npaBnonogo0HBIM 00BSICHEHHEM CYLIECTBOBAHUSI XPOMOCOMHOTO TOJIMMOpdr3Ma
SIBJISIETCSl Teorpauyeckoe IO/pa3/ielieHHe IMOMyJISIUA BHYTPH KaXJOrO W3 BUAOB TPYIIIIEI
«maximowiczii». M3BectHo, 4ro apean oOuraHus A. MAaXimoOwiCZii UMeeT OTHOCHUTEIBHO
mmpokoe Mo3zandyHoe pacrpocrpanenue (KryStufek and Shenbrot, 2022) u Bkitouaer B ceds He
MeHee nBanaati pasnuuHbix kapuortunoB (Kartavtseva et al., 2008). Apean oOutanus A.
mujanensis u A. eVOronensis, BeposiTHO, HEOJAHOPOJICH M CHJIBHO HelooleHeH. Kaxnas 13 Tpex
U3YYCHHBIX K HACTOSIIEMY BPEMEHH JIOKAJbHBIX MHOMyNSHui A. €VOronensis XpoMOCOMHO
HOJTUMOP(HA U OTIHMYACTCS APYT OT Jpyra Kak KapHOTHITUYECKH, Tak U reHeTruecku (Kartaviseva
et al.,, 2021b). Tpu snokandbHBIC TOMyJSAMH A. MUjANENSIS OTIUYAIOTCSA HAIWYMEM pPa3HBIX
unBepcuii (Lemskaya et al., 2015; Kartavtseva et al., 2019). MoHO MpeAnoioKUTh, YTO KaX IbIi
U3 BUJOB TPEJACTABISECT COOOH MO3aWKy M3 HEOOJBIIMX YAaCTUYHO IEePEKPHIBAIOIIUXCS, HO
KapUOTUITMYECKHA PA3IMYHBIX MOMYJSIUi. Takas MONyNsAIUOHHAs CTPYKTypa XapaKTepHa s
HEeCKOJIbKUX ponoB TpeidyHoB: Ctenomys, Ellobius, Spalax u apyrux (Nevo et al., 1994;
Bakloushinskaya et al., 2012; Torgasheva et al., 2016). B stomM ciy4ae XpOMOCOMHBIE
TeTePO3UrOThI, HAOIIOAaEMbIC Y BUIOB TPYIIIBI «MaXimMOWICZii», MO)KHO HHTEPIIPETUPOBATH KaK

pe3yiabTaTr He]IaBHeﬁ rn6p1/1)11/13au1/11/1 MCKAY COCCAHUMH JTOKAJIbHBIMU MMOMYJIALUAMH.



99

Criopagudeckre KOHTaKThI MEXTy HETOMOJIOTHYHBIME XpoMocoMami B Tipodase | meiioza
y  MEXKIONYJSIUOHHBIX M  MEXPACOBBIX THOPHIOB, TE€TEPO3UTOTHBIX IO HECKOJIHKUM
XPOMOCOMHBIM ~ CIMSIHUSIM, MOTYT HHIYIUPOBaThb BO3HUKHOBEHUE HOBBIX XPOMOCOMHBIX
nepecTpoek, Kak mpeamnosiarator MarBeeBckuit ¢ coaBT. (2020). Dto, B CBOIO 0Yepe/b, MOKET
CIOCOOCTBOBATh  CYIIECTBYIOIIEH  KAPUOTUIIMYECKOM  MEXBHUJIOBOM  JAMBEPreHLMH, a

CJIeIOBATENILHO — THOPHUIHOM CTEPHIIBHOCTH U BUI000Pa30BaHUIO.

1.6 Kapuotunudeckasi JUBepPreHIHsI CMOCOOCTBYET BHA000PAa30BAHMI0O B TpyIie
BHA0B «Maximowiczii»

AHanmm3 MOJEKYJSIPHBIX YacoB MPEJAIOJIaraeT, YTo TPyIa BUIOB, B KOTOPYIO BXOIAT A.
maximowiczii, A. mujanensis u A. €VOronensis, oTaenuaach OT OCTAlbHOM YaCTH BHIOBOIO
komruiekca Alexandromys oxoso 110 Teicsu set Hazan (Bannikova et al., 2010, 2019). Oxnako
OHM HAKOMWJIK JIOBOJBHO CYIICCTBEHHBIC KAPHOTHITMYCCKHE Pa3IMyYUs M JOCTUTIIM TOJHON
pernpoayKTUBHOM u3ossiiuu apyr ot apyra (Meyer et al., 1996). Pe3ynbTaThl IpoBeIeHHOTO HAMHU
[UTOJIOTMYECKOTO aHAIM3a IMO3BOJISIOT TPEIINOIOKNATh, YTO KAPUOTHUIIUYECKAas TUBEPTCHIIUS
MEXKIY POIUTEIbCKUMH BHJIAMHU SBJSIETCS HauOoJiee BEPOSTHON NPUYMHOW THOPHIHOM

CTCPHUIILHOCTU CaMIIOB.

HHTepecHO CpaBHHUTh MMOPHIHYIO CTEPHIIBHOCTH, BO3HHKIIYIO MEXKIY BHIAMH TPYIIIIbI
«maximowiczii» u Mexay Bumamu rpymmbl «arvalisy, onucanHoit panee TopramieBoil u
Bopoauusim (2016). DTu aBE TpymIibl BUOB Pa3IndyarOTCs Kak M0 BPEMEHU BHI000pa30BaHMS,
TaK M MO CTENEHU M CIIOXHOCTH KAPUOTHITMYECKOW TUBEPreHIMH. BpeMsi AMBEpreHINH BUIOB
Microtus arvalis u M. rossiaemeridionalis rpynmsr «arvalis» BaBoe Gosnbliie, 4eM MEXIy Tpemsl
BUJIAMU IPYIIBI «MaXimowiczii»: okoso 200 Thicstd jieT. X KapHOTUIIBI Pa3InYarOTCs YeTHIPhMS
TaHJACMHBIMH CITUSIHUSIMH, OJHOW MAapaleHTPUYECKOH U IIeCThIO MEePUICHTPUUCCKUMHU
WHBEPCHSIMHU U OT YETBIPEX JI0 CEMH MPENOIaraeMbIMK TPAHCIOKAIMSIMHI, TOATOMY X THOPHU/IBI
SIBJISIFOTCSL IPOCTBIMU reTepo3uroramu 1o 15-18 mepecrpoiikam. Oxkunaercs, uto B mpodase | y

Takux ruOpuoB OyayT oOpazoBanbl 4 TpuBaneHTa u 11-14 rerepoMopdHBIX OHMBaIEHTOB.

ABTOpBI 00OHAapYXWIH, 4TO y camiioB rudpuaoB M. arvalis X M. rossiaemeridionalis metio3
OCTaHABIIMBAJICS Ha CTaJHMH JIEITOTEHBI, @ Y CaMOK THOpHI0OB Jocturan maxurensl (Torgasheva
and Borodin, 2016). V ru0Opu10oB B OOJBIIHHCTBE OOI[MTOB BBISBISIIOCH MHOTO YHHBAJICHTOB M
MYJIbTHBAJICHTOB, COCTOSIIIIUX U3 HETOMOJIOTHYHBIX XPOMOCOM C MIPOIOJDKUTEILHBIMU YUaCTKAMH
aCMHAIICUCA, TOTJa KaK B HEKOTOPBIX OOIMTaX CHHAICUC ObUT TPAKTUYECKU TOJHOCTHIO
3aBepIeH. 3HAUYNTENIbHAS BapHaOeIbHOCTh MEXKIY OOIMTAMH B COOTHOIIEHHH TOMOJOTHYHO M

HETOMOJIOTUYHO CIIAPCHHBIX YYaCTKOB ObLIa HHTEPpIPETUPOBaAHA KaK CBHACTCIILCTBO TOr'0, 4TO
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BBIOOp MEXIY TOMOJIOTMYHBIM M HETOMOJIOTMYHBIM CHHAICHCOM OBbLI CIlydyailHBIM. ABTOpPHI
INPEANOIOKWINA, YTO CYLIECTBEHHAs JMBEPreHLMS HYKJICOTHIHBIX IIOCIEA0BATEIbHOCTEH
PONUTENBCKUX BHUIOB IPEHATCTBYET IIOUCKY TI'OMOJOTMH U CBOEBPEMEHHOMY YCTPAHEHHIO
9KTONUYECKUX B3aMMOJAEHCTBUM MEXIy HErOMOJOTHYHBIMU XPOMOCOMaMU B xoje mpogassl | y

ruopuos (Torgasheva and Borodin, 2016).

[Toxosasi cuTyalnusi BO3HUKIA y THOPHIOB MEKIY APYTUMH BHAaMHU Tpymibl «arvalisy,
KOTOpbIC OBUIM MCCJIEI0BaHbI B JaHHOW pabore. Y rubpumoB mexay M. kermanensis u M.
transcaspicus, KapuOTHIIBI KOTOPBIX Pa3IMYarOTCs 8 XpOMOCOMHBIMHU nepectpoiikamu (Mazurok
et al.,, 2001), wmeiio3 ocCTaHaBIMBAJICA HAa CTaJAMH JICITOTCHBI, BCE XPOMOCOMBI ObLIH
acuHantupoBanbl. OHako y rudpumoB Mmexay M. arvalis u M. kermanensis, kaproTHITbl KOTOPBIX
paznuyarores mo 14 xpomocomubsim niepectpoiikam (Mazurok et al., 2001), meiio3 ocTaHaBIMBAICS
Ha CTAJMH 3UTOTCHBI M YaCTh XPOMOCOM CHHAITHpoBajia. TakuM 00pa3oM, 3HAYMMOUN PUIHHOM
HApYIICHUH CHMHAIICKCA Y THOPHIOB MKy BHIAMH IPYIIbI «arvalisy, Mo-BUAMMOMY, SBISCTCS
reHeTHYEeCKasl TuBepreHnus. KapuoTunuaeckass TUBEPreHIIAS UTPAET CKOPEe BCIIOMOTATEIbHYIO
POJIb, BIMSET Ha CKOPOCTh MPECUHANTUYECKOTO BHIPABHUBAHUS TOMOJIOTOB U YCIIOKHSIET TTOUCK

romoJioruuHeIx paiionos (Torgasheva and Borodin, 2016).

HampoTtuB, y BHIOB Ipymmbl «MaximoOWiCZil» CyIIECTBEHHYIO pOJb B HapyIICHHH
TOMOJIOTUYHOTO CHHAICHCA UTPAET KAPUOTUIIMUYESCKAsl TUBEPTreHIMs. BOIBIIMHCTBO XpPOMOCOM B
CPEIHECTaTHCTHYECKON KJIETKE CHHANTHPOBAaHO, YHUCIO YHHUBAJIEHTOB Malo. YPOBEHb
pPEeKOMOMHALIMK Y THOPH/IOB COMTOCTaBHM C POJIUTEIBCKUMH BHJIAMH, YTO TOBOPHT O COXPAaHEHUH
TOMOJIOTHH MEXKy HYKJICOTHAHBIMH TOCJIeI0BaTeIbHOCTAMU A. maximowiczii, A. mujanensis u
A. evoronensis. Takum 00pa3oM, MOXXHO TIPEANOJIOKUTh, YTO HAKOIUICHHE CIIOMKHBIX
XPOMOCOMHBIX MEPECTPOeK B HEOOJNBIINX H30JMPOBAHHBIX MOMYIALIUSAX OBUIO OCHOBHBIM

MEXaHH3MOM BHI000pa30BaHus B TPYIIIE «Maximowiczii.

2 Mexanu3m (opmMupoBaHusi THOPUAHOI CTEPWILHOCTH Yy NpeacTaBUTe/el poaa

Microtus

2.1 Crenenb HapylieHHMi cCliepMaTOreHe3a y ruOpuaoB BO3pPacTaer ¢ yBeJUYeHHEM
reHeTHYecKoi AUCTAHIHHU MEKITY POAUTECIBCKUMHU BUHIaMHU

MBI o1leHMBaNI CTEPUIIBHOCTH CaMIIOB THOPUIOB B CPABHEHUH C POJUTENLCKUMHU BUJIAMU
C pa3HBIM BpEMEHEM JMBEPIreHIMH M0 CHEKTPy aHOMalluil crnepMaroreHesa. B menom, creneHb
HapyILIeHUs clepMaTroreHe3a y TMOpHUIOB Bo3pacTaja C YyBEIHYEHHEM (PUIOreHEeTHUeCKOM

AUCTAHIIUHA MCKAY POAUTCIILCKUMHU BHJIaMHU. B CpCOHEM, a6eppau1/II/I CIIepMaToOreHesa ObLIN
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MEHEe BBIPQXEHBI Yy THOPUIOB MEXY BHIAMH TPYIIBI «MYStacinus», yem y rHOpUIOB MEXITy

BUJIaMH TpYNIBI «MYystacinus» u 6onee ornanenusivu Bugamu: M. arvalis u M. transcaspicus.

I'ubpuasr Mexxay M. rossiaemeridionalis u M. mystacinus mpsimoro u 00OpaTHOTO
HANpaBJICHUH CKpEIIMBAaHUS OBUIM CIWHCTBEHHOW TPYIIIOW, JJIsi KOTOPOH MBI HaOII0IaIn
ACHMMETPUI0 THOPUIHON CTEPUIIBHOCTH, PaHee ONMMCAHHYIO JJI1 MEKBUIOBBIX THOPUIOB MBIIIECH
(Dzur-Gejdosova et al., 2012; Larson et al., 2016; Nishino et al., 2018) u nomraneit (Chandley et
al., 1975). OmHako BHYTPH OTAEIbHBIX CKPEIIMBAHUI MbI BHISIBUIM BAPUAIIUIO 110 BHIPAKCHHOCTH
HapyIIeHH criepMarorene3a. Hanbonpiyto n3MeHIMBOCTh JIGMOHCTPHUPOBAJa IpyIiia ruOpuIoB
mexay M. rossiaemeridionalis 1 M. kermanensis. B Hee Bouumm oJuH camel] ¢ OCTaHOBKOH
criepMaToreHe3a Ha CTaJuH CIIEPMAaTOTOHUH, OJJMH CaMell, B KaHAJIbI[aX KOTOPOTO HAXOIWINCh
3pelibie  aHOMAJIbHBIC CIIEPMATO30HMIbl M IATH CaMIIOB C MPOMEKYTOYHBIMH CTCIICHIMHU
Hapyuenuii cnepmatorenesa (Puc. 10B-E; Tabnuma 9). [logo6Has rereporeHHoCTh HabII01a1aCh
y ruOpu0B MoxHOHOTHX XoMstukoB (Ishishita et al., 2015) u y rubpumoB cymuarbix, y KOTOPBIX
CTaJuM OCTAaHOBKM CIIEpMATOr€HE3a BapbHPOBAJIHM OT CIIEPMATHI 10 aHOMAJBHBIX 3PENbIX

cnepmarozonaoB (Close and Lowry, 1989).

BeposiTHO, nprunHa HAOII0JaeMOM FeTEPOreHHOCTH CBsI3aHa ¢ OOJIBIIMM YHCIIOM T€HOB
(Oonee ThICSYM), yUACTBYIOIIMX B KOHTPOJIE ONPEICTIEHHBIX CTaAui criepMarorenesa. B pazsutuu
Pa3HBIX TIOMYJISANHA KJIETOK CHEPMATOTEHHOTO OJIUTENIHS MNPHHUMAIOT ydYacTHE MHOTHE
PETYIATOPHBIE JIEMEHTHI, TPAHCKPHUIIIMOHHBIE (DaKTOPHI M PETYIATOPHI COCTOSHUS XpOMaTHHA.
MexBHumoBass TEHETUYECKas HECOBMECTHMMOCTh MO O3THUM JIOKyCaM, BEpOSTHO, BBI3BIBAET

PErYJIATOPHLIC OTKJIIOHCHUS B IMOAACPKAHUH HOPMAJIBHOI'O NPOXOXKACHUA CIICPMATOTrCHE3A.
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9. Hapymenus
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CriepMaTorcHesa

y M.

kermanensis (KER), M.

rossiaemeridionalis (ROS), M. mystacinus (MYS), M. arvalis “obscurus” (ARV), M.

transcaspicus (TRA) u ux F1 rubpumos.

Camku Camusl N Iociaennsas Cnepmarorene3 MeiioTnueckas nmpodasa |
craaus
crnepMartoretHesa
KER KER 1 Cnepmaro3ounmst be3 Hapymenuit be3 napymenuit
ROS ROS 7 Cuepmarozonmst be3 napymenuii be3 napymenuit
MYS MYS 7 Cnepmaro3ounmst be3 napymenuii be3 napymenuit
ARV ARV 1 CnepmaTo30uzasl be3 napymenuit be3 napymenuit
TRA TRA 1 Cnepmaro3ouast be3 napymenuit be3 Hapymenuit
KER ROS 3 Cuepmarozonmst CrniepMatuipl, arperupoBaHHbIC B AcuHancuc 10 Tpex ayTOCOMHBIX
MHOTOs,ICPHbIE CHHIIUTHAJIbHBIC 6uBanenToB. YH2A. X B Mecrax
9JIEMEHTHI, YMEHbIIICHHE ITyJIa acuHaricuca. Ynucio mo3aHux
CIepMaTua 1 OCTaHOBKA Melo3a B PEKOMOMHALMOHHBIX y3€JIKOB HE
JaCTH KaHAIBIIEB; OCTAHOBKA HA CHIKEHO
CTaINy CIIepPMaTUL
ROS KER 4 Cnepmaro3ounsr, CrniepMmatuipl, arperupoBaHHbIC B ACHHAICHUC JI0 TpeX ayTOCOMHBIX
CIIepMaTHIbL; MHOTOSIJICPHBIC CHHITUTHAIBHBIE 6uBanenToB. YH2A. X B Mecrax
CIIepPMaTOTOHUU 9JIEMEHTHI, U OCTaHOBKa Meiio3a B acuHaricuca. Ynucio mo3aHux
YJacTH KaHAIBIIEB; OCTAHOBKA HA PEKOMOMHALMOHHBIX y3€JIKOB HE
CTaINH CIIEPMaTOTOHUI CHIKEHO
KER MYS 4 Cnepmarumgst CrnepMartuibl, arperupoBaHHbIC B ACHHaICHC 10 TPEeX ayTOCOMHBIX
MHOTOSIIEpHbIE CHHLIIUTHAJIbHBIC ouBanenToB. YH2A. X B MecTax
9JIEMEHTHI, YMEHBIIICHHE ITyJ1a acuHaricuca. Ynucio mo3aHux
CIiepMaTuI; OCTAaHOBKA Ha CTaJUH PEKOMOMHALMOHHBIX Y3€JIKOB CHI)KEHO
criepMaTus
MYS KER 2 Crnepmaro3onpst, OcraHoBKa Ha cTamuy criepMatu B 1) AcHHAICHC 0 IBYX ayTOCOMHBIX
CIIEPMAaTOLUTHI OONBIIMHCTBE KaHAIBIEB; OCTAHOBKA OHMBaIeHTOB. UNCIIO MO3THIX
Meli03a B OOJIBIIMHCTBE KaHAIBIEB  PEKOMOMHAIIMOHHBIX Y3€JIKOB HE
CHIDKEHO.
2) AcuHaricuc OOJBIINHCTBA AyTOCOM.
YH2A.X B MecTax acHHarcuca.
MYS ROS 8 Cnepmaro3ounnsr; AHOMaIBHBIE CTIEPMATO30U/IBL, 1) AcuHarcuc 0 Tpex ayTOCOMHBIX
CIIepMaTH/IH, YMEHBIIIEHHE ITyJIa CTIepMAaTH/I, 6uBaseHTOB. YnciIo mo3aHux
CIIePMaTOLUTEHI CIIepMaTH/Ibl, arpErupOBaHHBIC B PEKOMOMHALMOHHBIX y3€JIKOB HE
MHOTOSIJICPHBIC CHHIIUTHAIBHBIE CHIDKEHO.
3JIEMEHTHI; OCTAaHOBKA Meio3a 2) AcuHaricuc OOJBIINHCTBA ayTOCOM.
YH2A.X B MecTax acHHarcuca.
ROS MYS 8 Cnepmarunsr; CrniepMaTubl, arperupoOBaHHbIC B 1) Yncno mo3aHuX peKOMOHHAIIMOHHBIX
CIIEPMaTOLUTHI MHOTOSIJICPHBIC CHHITUTHATBHBIE Y3€JIKOB HE CHIKEHO.
JJIEMEHTBI; OCTAHOBKA MeHo03a 2) AcuHaricuc GOJIBIIMHCTBA AYTOCOM.
YH2A.X B MecTax acuHarcuca.
ARV KER 3 CrepMaTo30u/I5I; AHOMaJbHBIE CIIEPMATO30UIbI U ACHHAICUC ayTOCOM, YHHBAJICHTHI,
CIIEPMaTOLUTHI CriepMaTH/Isl; OCTAaHOBKA Meiio3a B rerepoMop¢HbIe OUBATEHTHI,
4acTH KaHAIIbIICB TpuBaieHTH. YH2A. X B MecTax
acuHarcuca. Y ofHOTo rudpuia
enuHnYHbIe curdansl MLH1.
KER TRA 2 Cnepmaronutsl OcTtaHoBKa Meiio3a Acunancuc Bcex ayrocom. YH2ZA.X B

MECTax aCHMHaricuca.
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B 013K0pOICTBEHHBIX MEXBHIOBBIX CKPEUIMBAHUSX MOJIEBOK Kak poaa Microtus, Tak u
Alexandromys, wmbl HaOMIOJATX  JOCTATOYHO HEOOBIUHBIM (EHOTHII -  CIIEPMATHIbI,
arperupoBaHHbIC B MHOTOSZCPHBIC CHHIIMTHAILHBIC AJIEMEHTHI. [l000HOE SIBJICHUE PEIKO
BcTpeuaercs B auteparype (MacGregor et al., 1990; Meyer et al., 1996; Schwahn et al., 2018;
Morohoshi et al., 2019), oxHako 3acayHBaeT OTACILHOIO H3yYeHHs. B 0HOM M3 Mccie0BaHui
ABTOPBI MCIOJIB30BAIH MBIIICH, HOKAYTHBIX MO OJHOMY K3 KOMIIOHEHTOB KJIETOYHOW CHCTEMBI
TpaHCHOpPTa TeEepoKcUcoM, Pex13, y KOTOpbIX JTOT TIeH ObLI «BBIKIIOYCH» Ha CTaJuH
crepmarorouuii ¢ momoiipio STRA8-unaymupyemoii Cre pexombunassr (Brauns et al., 2019).
bbuto mokazaHo, uto qudQepeHIpoBKa MOJIOBBIX KIETOK OblIa MpepBaHa Ha CTAIHH KPYTJIBIX
criepMatu]] ¢ 00pa3oBaHNEM MHOTOSICPHBIX TUTAHTCKUX KJIETOK U THOGIBIO 3pENbIX CIIEpMATH/I.
Takum 00pa3oMm, HapylIeHUE, BBI3BAHHOEC HA pPAaHHEH CTaguM pa3BUTHS CIIEPMATOTEHHOTO
SNUTENHsI, PCHOTHITMYCCKH TPOSIBIIIOCH Ha JIBE CTA/INU MTO3KE, YTO BEPOSTHO CBSA3aHO C aKTHBHOM
IKCIIpeccuell OETKOBBIX MPOAYKTOB Ha 0oJiee paHHUX CTAAMSIX JJIS MCIIOIH30BAHUS KJICTKAMH C
TUIOTHOM YIAaKOBKOM XpOMAaTWHA Ha TMO3JHHX CTAJHSIX CIEPMATOTEHE3a COIIACHO MEXaHU3MY
«oTioxeHHou TpaHcasuun» (Lardone et al., 2021). ITogo6ublid GeHoTHN paHee HAOIIOAATN Y
ruOpuI0B U MbImicH, u mojeBok. IlIBan u coaBTopsl (2018) cBA3BIBAIOT MPOSBIEHHUE JAHHOIO
(eHOTHMIIA W amoNTO3 TMEePBHYHBIX CIIEPMATOLMTOB y TuOpumoB F2 mexay Mus musculus
domesticus u M. m. musculus ¢ HaJIMYMEeM OSNHCTATHYCCKUX B3aUMOJCHCTBUN MEKIY
xpomocomomamu 17 u X. Bce 3T0 CBUIETENBCTBYET O KOMILJIEKCHOM MEXaHHM3ME TMOAJIep:KaHus

HOPMAJIbHOT'O IIPOXOXKACHUS CIICPMATOI'CHE3A.

2.2 OcHoBHasi MPUYHHA OCTAHOBKH Meiio3a y rudopuaoB poxa Microtus cesizana ¢
ACHHANCHCOM XPOMOCOM

Mpbl  OOHApYKWUIH, YTO BBIPAXEHHOCTh MEHOTHUECKHX abeppamnuii y TruUOpUIOB
COOTBETCTBOBAJIA CTETIEHN HApyIIeHUs criepMaTorene3a. OHa Takke Bo3pacTaia ¢ yBEINYCHUEM
(GUIOTeHEeTHYEeCKNX NUCTAHIUN MEXITy POIMTEIbCKUMH BHAaMHU. Tak, y THOPHIOB MEXIy
Onu3KopoACcTBeHHBIMU BHaamu M. kermanensis u M. rossiaemeridionalis B GonbinnHCTBE
CIEepMaTOIMTOB HE HAOIIOAaNoCh HapyIIEHUH CHHANCUCa M peKoMOMHAIMHU. B HexoTophix
KJIETKaX TOJBKO HECKOJBKO Map XPOMOCOM HAaWMEHBIIEro pa3Mepa ObUIM aCHHANTHPOBAHBI K
KOHIly MaxuTeHbl, yTo Obulo omucaHo BmepBble (Puc. 12I'-E). Panee ansa rubpumos M.
rossiaemeridionalis x M. kermanensis 0bpuT0 OKa3aHO OTCYTCTBHE CHHANITUYECKUX HAPYILICHHN
NpY 3HAYMTEIIPHOM CHMKCHUHU umcia crepmaTtozouaoB (Safronova et al., 2011). Hanporus, Bo
BCEX KIETKaX y THOpHAOB MKy HambOosee ormaneHHbIMH Buaamu M. kermanensis u M.

transcaspicus Hu oJiHa TIapa XpOMOCOM He Obla criapeHa.
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YacTUuHBIA WM TOJHBIM ACHHAIICHC TOMOJIOTMYHBIX XPOMOCOM SIBIIsIeTCSl HauOoJee
4acThIM HapyIllIeHHEM Meiio3a y ruopunos miekonuratomux (Chandley etal., 1974; Zong and Fan,
1989; Borodin et al., 1998; Bhattacharyya et al., 2013; Ishishita et al., 2015; Torgasheva and
Borodin, 2016). BeposTHO, 3TO CBsi3aHO ¢ OBICTPHIM BO3HUKHOBCHHEM HECOBMECTHMOCTH IIO
DIIEMEHTAaM TE€HHBIX CEeTeH, KOHTPOJUPYIOIIMX BO3HMKHOBEHHE M penapaiuio JBYHHTEBBIX
paspeiBoB JIHK, obOpa3oBanue TenmoMepHOro OyKkeTa W BhIpaBHHBAaHHWE TOMOJIOIOB B Hauaie

npodassl | Metiosa.

Haubonee pmeranbHbIe WCCICAOBAHUS MOJCKYISPHOW CHCTEMBI, KOHTPOJUPYIOUICH
00pa3oBaHue JABYHUTEBBIX Pa3pbIBOB, ObLIM MPOBEACHBI Ha (PEPTHIILHBIX U CTEPUIIBHBIX caMIlax
THOPHIOB MEXIY J1a0OPaTOPHBIMHU JIMHUSAMH, BEAYIIMMH HAYajao OT ABYX IMOJBHIOB JOMOBOMU
meia M. m. musculus u M. m. domesticus (Mihola et al., 2009; Bhattacharyya et al., 2013; Davies
et al., 2016; Smagulova et al., 2016; Mukaj et al., 2020). Beuto moOKa3aHO, YTO CHCTEMA,
KOHTPOJIMPYIOIIAsi PacloioKEHHE JIBYHHTEBBIX Pa3pbIBOB BIOJIb XPOMOCOM, BKJIIOYACT B ceOs
B3auMozeiicTBus Mmexay OenkoMm PRDM9 u ero mwuieHsMu, MOTUBaMU TOPSIYHUX TOYEK
pexomOunanuu (Baudat et al., 2010; Parvanov et al., 2010). PRDM9 u ero IHK MoTHBEI
CBSI3BIBAHMS IPETEPIICBAIOT OBICTPYIO KO-3BOJIIOIHMIO, BBI3BAHHYIO JPO3UCH TOPSYUX TOUECK
pexomOuHanuu. HecoBMECTUMOCTh 3THUX CHCTEM Yy THOPHIOB MPHUBOIAUT K ACHMMETPUYHOMY
pacrpeeieHUIO IBYHUTEBBIX pa3phIBOB BJI0JIb TOMOJIOTHYHBIX XpoMocoM y reteposurot (Davies
et al., 2016; Smagulova et al., 2016). D10, B CBOI0O OYepe/b, BIUSIET HA CKOPOCTh perapamuu
pa3pblBOB M TMOMCK TOMOJIOTMH, 4YTO BEAET K HapYIICHUIO CHHAICHUCA XPOMOCOM.
Hepemapuposanubsie paspeiBel JIHK 3amyckator yYH2A.X-omocpeoBaHHYI0 WHAKTHBAIIUIO
TpaHCKpuNuu HecmapenHoro xpomaruna (Carofiglio et al., 2013), uTo MOXeT NPUBOAUTH K

octaHoBke Meito3a (Turner et al., 2006).

ITooGHBIE HapyIIEHUS] MOTYT OOBSICHUTD, ITOYEMY Yy OJIM3KOPOACTBEHHBIX THOPUIOB MBI
Ha0JII0/1aJ M aCHHAIICUC MPEUMYIIECTBEHHO MaJIeHbKUX XpoMocoM. [lo-Buaumomy, 3T0 CBsI3aHO ¢
MPOMOPLUOHATIEHO MEHBIIUM YHCIIOM IOpPSYMX TOYEK PEKOMOMHAIUMY, PACIIOIIOKEHHBIX Ha 3TUX
HeOoNbIIMX XpoMocomax. Eciu HekoTopsle M3 HUX OBUTM aCUMMETPUYHBIMHM, 3TO MOTJIO
3HAYUTEIBHO 3aJlep’KaTh CHHAIICUC, B TO BpeMs Kak 0osiee JUIMHHBIE XPOMOCOMBI C OOJIBLINM
KOJIMYECTBOM TOpSYMX TOUEK UMENH 0oJiee BBICOKYIO BEPOSITHOCTh HECTH I10 KpaiiHel Mepe 0JIUH
CUMMETPUYHBIA JABYHUTEBON pa3pbiB, KOTOPBIA Obl MHUIIMUPOBAJI TOMOJOTUYHBIA CHHAIICHUC.
[TonoGHbI (heHOMEH, Kora Oojiee KOPOTKHE ayTOCOMBI 0ojiee UyBCTBUTEIbHBI K HAPYIICHUIO

CHHaricuca, ObUT paHee onucan y Mbiiei (Gregorova et al., 2018).

O}IHaKO HECMOTPsA Ha TO, 4YTO HCCKOJBKO KOPOTKHX XpOMOCOM IIOABCPralinucCb

MEHOTHYECKOW TPaHCKPHUIIIMOHHOW WHAKTHBAIINU, MapkepoM Kotopoi sBisercst YH2A. X (Puc.
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12E), KonMuecTBO XpOMAaTWHA, IOABEPTHYTOTO NPUHYAUTEIHHOMY CalJICHCHHTY, OBLIO
HeOonpmM. Ero ObiI0 HEmocTaToyHO, 4TOOBI MHUIIMHPOBATH OCTAHOBKY MeEi03a M amomnTos.
Opnako naxxe Takue HE3HAYUTENbHBIE HApYLICHUS CHUHAICcHCa MpUBENIM K 00pa3oBaHUIO
AHOMAaJIbHBIX CIIEPMATO30M 0B U K IIOJIHOM CTEPUIIBHOCTH. BEpOsSITHO, 3TO CBA3aHO C COXpAaHEHNUEM
IIO/IABJICHUS TPAHCKPUIILIMY UHAKTUBUPOBAHHBIX PAaHEE XPOMOCOMHBIX PaliOHOB B CliepMaTUIax,

9TO B HOPME OIKCAHO IS MOJIOBBIX XpoMocoM y camitoB (Turner et al., 2006).

Y rubpuaoB Mexay Oonee maaexkumu Bugamu M. kermanensis ¢ omHoii ctoponsl u M.
arvalis u M. transcaspicus, ¢ Apyroii CTOPOHBI, Y KOTOPBIX MEH03 OCTaHABIIMBAJICS Ha JISITOTCHE-
3UTOTCHE, HAJIMYUE OOJBIIIOrO YHCIA JIBYHUTEBBIX Pa3phIBOB, BEPOSTHO, AKTUBHPOBAIO TOYKY
koHTposst nenoctHocty JJHK, uto npuBoauno k rubenu kinerku. AcHHarcuUc OOJIBIIOro Yuciia
ayTOCOM, B CBOIO OY€pe[lb, BBI3BIBAI MAaCCOBOE MOJABJICHHE TPAHCKPUIIIMOHHON aKTUBHOCTU

MHOI'UX I'CHOB, UTO TaKXKC CImoco0CTBOBAIO THOETN CIICPMATOIUTOB.

2.3 MexxBUI0BbIe THOPHIAHBIE caMIlbl TPymmbl «MysStacinus» CcTepWJIbHBI, YTO
CBSI3aHO NIPEMMYIIECTBEHHO ¢ TeHeTHYeCKOM IMBepreHunei

Bce wuccienoBaHHBIE MEXBHIOBbIE THOpHIbI poxa MICrotus ObUIM  CTEPUIIBHBIL
PenponykTuBHBIN Oapbep ObLT GoJiee BrIpakeH Mexay Bugamu M. kermanensis u M. arvalis, M.
kermanensis u M. transcaspicus, mpu 3ToM o0a Moja MOJYYUBIIMXCS THOPUIOB CTCPHIbHBI
(Bikchurina et al., 2021). Jlns 3Tux map BHAOB XapaKTepHAa 3HAYMTENbHAS T'€HETHUYECKas U
KapuoOTHIWYeCcKass  JWBEpreHIus. | eHeTwueckas IUBEpreHNUs  (IByXIapaMeTphuecKas
muctanist Kumyper K2P), ocHoOBaHHast Ha CpaBHEHHHM HYKJICOTHIHBIX ITOCIIEIOBATEIHHOCTEH
cytb, cocraBmser 6,1% mexay M. kermanensis u M. arvalis u 7,8% mexxy M. kermanensis u M.
transcaspicus (Mahmoudi et al., 2017; Golenishchev et al., 2019); kpome Toro, kapuotun M.
kermanensis pasznuuaercs o kpaitHeit Mepe Mo 14 XpoOMOCOMHBIM MEPECTPONKAM C KapHOTHIIOM

M. arvalis u o 8 mepecrtpoiikam ¢ kapuotunom M. transcaspicus (Mazurok et al., 2001).

Camupl F1 M. mystacinus x M. kermanensis, M. mystacinus x M. rossiaemeridionalis u M.
kermanensis x M. rossiaemeridionalis takxe ObLIM CTEpPHIBHBI, TOTAa Kak caMku F1 Obutn
(bepTIIbHBL, uTO coryiacyeTcs ¢ mpaswioMm XoizeiHa (Haldane, 1922; Bikchurina et al., 2021).
Tpu maHHBIX BHAa UMEIOT OJMHAKOBOE AMILIOWAHOS W (PYHIaMEHTAIBHOE YHUCIO XPOMOCOM
(Tabmuma 4) u Mopdosoruio. AHanM3 MocCheaoBaTeabHOCTeH Cyth Takke ykassiBaeT Ha
¢dmroreHeTHYECKyI0 01M30CTh BUIOB. ['onenuieB ¢ coaBT. (2019) omnenmnm ¢uioreHeTHYECKHe
paccrosiHuss Mexay nocienoBarenbHocTsmu JITHK cytb M. kermanensis, M. mystacinus u M.
rossiaemeridionalis B 4,0-4,4%. Tem He MeHee, y 3THX BHIOB Yyke chopmHpoBaiach

T€HETHUYCCKasd HCECOBMCECTHMOCTH, CICACTBUEM 4YCIrO SABJISCTCA 1"1/16p1/1)1Ha51 CTCPUIIBHOCTDL Yy
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camioB. CiieZIoBaTeIbHO, 3TH TAKCOHOMHYECKHE (POPMBI TPYIIIBI «MYStacinusS» cienyeT CYMTaTh

I[CﬁCTBHTG.HBHBIMH OHOIOTMYECKUMU BUAaAMU.

Hamm pe3ynbTaThl yKa3bIBalOT HA COOTBETCTBUE MEXIY F€HETUYECKON TUBEPIeHIIMEH U
MEXBUJIOBOM TEHETHYECKOW HECOBMECTUMOCTHIO. OHHU TaKXKe SBISIFOTCS JIOTIOJTHUTEIBHBIMU
JAHHBIMH K pe3ynbraTtam AiuieHa ¢ coaBT. (2020), koTopbie MPOASMOHCTPUPOBATIH KOPPEIISLIHIO
MCKAY TCHCTUYCCKUMHU JUCTAHLUUAMH, PACCUHUTAHHBIMH IJId Cytb, U HaJIU4YHUEM FI/I6pI/II[H0ﬁ
CTEPHIIBHOCTH MEX]y HEKOTOPBIMH BHIaMH MIleKoTHTatonmx. OHU MPEIIOI0KIIN, YTO CaMITbI
rHOPUI0B M1y BHIAMHU, Y KOTOpPbIX nocieaoBarenbHoct JJHK cyth otnuyatorest npyr ot apyra
6osee yem Ha 7,2% map OCHOBaHMM, OOBIYHO CTEPHIIbHBI, KOT/IA e OTIn4Ms Cyth cTaHOBSTCS

6ombiie 12%, ctepuiabHbl THOPUABI 00OUX IOJIOB.

CorylacHO HaIIMM [JaHHBIM, BHABI moapoaa MICrotus goCTHraroT T'eHEeTHUYECKO
HECOBMECTHMOCTH, PE3YJIbTATOM KOTOPOU SIBIISICTCS THOPHIHAS CTEPHIBHOCTh Y CAMIIOB HIIU Y
000MX I0JIOB, HA MEHBIIEH T€HETUYECKON NUCTaHIMK. B pamMkax naHHOM paOOThl Mbl HE MOKEM
pa3ieNuTh BKIAJ KapUOTUIIMYECKOM W TEHETHYSCKOH UBEPIreHIIMH; OJHAKO MBI MOXKEM
3aKIIIOYHTh, YTO HAKOIUICHHE PA3JIMYHBIX XPOMOCOMHBIX MEPECTPOCK Y Pa3HBIX BHJIOB IOJIEBOK
Microtus, mo-BHIMMOMY, CBHIFPAl0 HE3HAYMTEIBHYIO pPOJIb B (OPMUPOBAHUU THOPUIHOMN
crepwibHOCTH. Hampumep, mpu ckpemuBaHuu xpoMmocoMHbIX ¢dopm M. arvalis «arvalisy u
«obscurusy, pa3myaroIuXcs Cepueil MEePUIICHTPUISCKUX WHBEPCUN M IIEHTPOMEPHBIX CIIBUTOB
(Mazurok et al., 1996, 2001) (Basheva et al., 2014a), Bce moay4eHHbIe THOPUIBI HEPTHIBHBI U B
npupoze, u B nadoparopuu (Meyer et al., 1996). Bruto nmokaszaHo, 4To y caMOK THOPHIOB MEKITY
M. arvalis u M. rossiaemeridionalis, kapuoTHUIIBI KOTOPBIX OTJAMYAIOTCS JAPYr OT apyra 14
XPOMOCOMHBIMH MEPECTPORKAMH, B HEKOTOPBIX MPO(ha3HBIX OOIUTAX CHHANCHC U PEKOMOWHALIUS
XpOMOCOM IMPOTEKaroT MouTH Oe3 Hapymienuit (Torgasheva and Borodin, 2016). Takue ruOpubi

CIMOCOOHBI IPOU3BOANUTH OEKKPOCCOB, XOTh M C BechbMa HU3Koi yacToToii (Gileva et al., 2001).

HezaBucumas OBOJIIOLUA BHAOB, MCKAY KOTOPBIMHU IIOJHOCTBIO HJIW YaCTUYHO
MPEKpaTUJICA IMOTOK I'€HOB, NPUBOAWUT K HAKOIIJICHHUIO TeHETUYECKON HECOBMECTHMOCTH MCKIAY
CHUCTEMaMH, KOHTPOJUPYIOIIMMH TIPOLIECCHl TOMOJOTMYHOIO Y3HaBaHUsA, CHHAICUca U
pexoMOUHaNU. Y THOPUAOB MEXIY (UIOTCHETUYECKH OoJiee MaJIeKHMMH BUIAMH TMPOUCXOIUT
MAacCCOBO€ IMOJABJIICHHUEC TPAHCKPUIIOWUHU XPOMATHHA W OTCYTCTBHUEC WMHHIHALMK CHHAIICUCA, YTO
MPUBOAUT K MaccoBOMY OJIOKY Meiio3a B Hauajie mepBoi mpodassl. Bee BhImenepedrncieHHoe
ABIISIETCS MeXaHu3MamMu (OPMUPOBAHUS THUOPUAHOW CTEPUIBHOCTH, OJHAKO CTENEHb

CTCPUIILHOCTU 3aBUCUT OT CTCIICHU BBIPAKCHHOCTH KOHKPCTHOI'O MOJICKYIISIPHOT'O MCXaHU3MaA.
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3 Mexanu3m (popMHUpPOBaHUS THOPUIHOH CTEPUJIBHOCTH Yy NpeacTaBUTe/leld poaa

Phodopus

3.1 OcHoBHasi NMPUYMHA CTEPUJIHLHOCTH CaMIIOB TMOpua0B THNAa b cBsA3aHa C
HapylleHHeM CHHAICHCA MOJIOBbIX XPOMOCOM

Mel BBIABHIIM, 4TO camibl ruopumoB F1 mexmy P. sungorus u P. campbelli crepuinbhsl,
YTO TMOJIHOCTBIO COTJIACYETCS C MpeAblaymuMu uccienopanusmu (Sokolov and Vasil’eva, 1993;
Safronova et al., 1999; Ishishita et al., 2015). Panee Obut0 MOKa3aHO, YTO CTEICHb HAPYIICHHUS
criepmaroreHesa y camiioB rudpuaoB BapuabenbHa (Ishishita et al., 2015). Msl noarBepanu
paHee OMHMCaHHYIO reTeporeHHoCcTh rudpumoB P. campbelli X P. sungorus mo craguu ocTaHOBKH
CIepMaToreHe3a, OJJHAKO Mbl BBIACIUIU JBa, a He Tpu Tuma rudpuaoB (Tadbmuna 10). Tak, y
ruOpuI0B THIA A criepMaToreHes A0Xo i 10 nmpodasbl | Meiio3a JInIb B €IMHUYHBIX KJIETKAX.
Ba)kHO OTMETHTB, YTO MAJIOE YKCIIO CIIEPMATOTOHMIA B KaHAIbI[aX y THOPUIOB THIA 4 yKa3bIBacT
Ha TO, YTO MPEMEHOTUYECKHUE CTAJIH TAaK)Ke aKTUBHO TOJIBepKeHbI HapylieHusM (Puc. 14B). Dra
U3MEHYMBOCTh B (DEHOTHUIIC CTEPUIIBHOCTH, BEPOSITHO, OMPEAECISICTCS CIy4ailHbIM 00pa3oM u
MOJKET OBITh CBSI3aHA B TOM YHCJIC C TCHETHUYECKON N3MEHYMBOCTBIO CPEIU POTUTEIIHCKUX OCOOCH.
KapiukoBble XOMSUKH Pa3MHOKAIOTCS Kak ayTOpeHbIe KOJOHHH M IOTOMY T'€HETHUYCCKH
TeTePOreHHBI, XOTSI YPOBEHb I'€TEPOTCHHOCTH Y HUX HUXKE, YeM y OOJIBIIMHCTBA ayTOPEIHBIX
auHulA  apyrux saboparopHeix rpbiyHOoB (Brekke et al., 2018). OcHoBHOW NpUYHHOI
CTEpUIILHOCTH THOPHIOB THIA b OblJla OCTAaHOBKA ME03a Ha CTAIUU MTAXUTEHBI C MOCIICIYIOIAM
anonro3oM crepmarouuToB (Puc. 14). Te kieTkH, KOTOpbIE NMPEOJIOJIEBATIN TOUKY KOHTPOJIS

MaxXruTCHbI, JOXOAUIN N0 CTaAUU CIICPpMATO30UJ0B, OAHAKO UX PA3BUTUC OBLIO HapyHICHO.

Nmmmmta ¢ komuteramu (2015) npeAnonokuim, 4to acuHancue X- u Y-XpoMocoM Oblia
OCHOBHOM NPUYMHON CTEPUJIBHOCTH Y CaMI[OB T'MOPHJIOB KapJIMKOBOro XOMsiuka Tuma 5. Mel
TaK)ke OOHAPYKUITM BBICOKYIO YacTOTy acuHarcuca X- u Y-xpomocoM (okoso 80%) y ruOpuaos
F1, Torna xak y camIioB poJuTesIbCKOI0 BUa OHa Obliia B BOCEMb pa3 HMKE. DTH JaHHbBIE XOPOILIO
COIJIaCYIOTCSl C pe3yJbTaTaMH NPEAbLAYIIUX HCCIeTOBAHUN, XOTSI Mbl OOHAPYKUJIM HECKOJIBKO
MEHee KOHTPACTHBIE PAa3Inuus MEXIy TMOpUIaMHU U POAUTEILCKUMHU BHJIAMH I10 YacTOTE ITOM
abepparuu (Safronova et al., 1992; Ishishita et al., 2015). JlanHOe HECOOTBETCTBHE MOXKET OBITH
00yCJIOBJICHO TeHETHYECKUMH PA3IUIHASIMHU MEXTY POTUTEITHCKUMHE JINHUSMH, HCTIOJTB30BAHHBIMH
B DKCIEPUMEHTaX MO TMOpUIU3AIMM W/WIM Pa3HBIMU METOAAMHU OIpENeIEHUs] MEHOTUYECKHX
craguii. Co Bpemen Moseca (1977) cunancuc X- U Y-XpOMOCOM HCHOJB3YeTCS B KayeCTBE
OCHOBHOTO Mapkepa ompeneneHus moactaauid mpodaszel . OdueBuaHO, 9YTO 3TO HE paboTaeT B
ciiydae THOPHIOB M3-3a BBICOKOW YAacTOTBHI acHMHAICHCa MOJOBBIX XxpomocoM. [IpucyrcrBue

curnainoB MLHI na ayToCcoMax ABJIAACTCA Ooiee HaAC)KHBIM MAPKEPOM KIICTOK CpCHHCﬁ-HOBHHCﬁ
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naxutenbl (Ashley et al., 2004). YuutsiBas, 4To TOIBKO 0K0JI0 20% OHrBasieHTOB XY BOBIICUCHBI
B cuHarncuc (Tabmuna 6) u u3 HuX MeHnee nosoBuHbI UMeroT curHan MLH1, y rubpunos PCA X
PSU 6onee 90% crnepmMaTOUUTOB MOTYT OBITH axuazMaTH4eCKMMHU. OTHOCHTEIBHO BBICOKAs
yactoTa 6uBasienToB XY 6e3 curHanioB MLH1 Bo Bcex rpynmax (6omee 30%) MoxkeT ObITh CBA3aHA
C MO3THUM (POPMUPOBAHMEM PEKOMOMHALMOHHBIX Y3€JIKOB WMJIM MX BPEMEHHOW Hpupomoil. Y
MJIEKOIUTAIONINX OHHM OOBIYHO TMOSBIAIOTCA U Mcue3atoT Ha XY paHblle, YeM Ha ayTOCOMHBIX
ousancarax (Anderson et al., 1999; Basheva et al., 2008; Mary et al., 2014). bsuto moka3aHo, 4To
y 4enoBeka yacrtota OuBaseHToB XY 0e3 MLHI1 koppenupyeT ¢ 4acToToil aHEeyIUIOMIHBIX IO

HIOJIOBBIM XpOMOcoMaM criepmaTo3ou1oB (Sun et al., 2008).

Tabnuna 10. Hapymenus rametorenesza y Phodopus sungorus (PSU), P. campbelli (PCA)

u ux F1 rubpumos.

Camkn Camusr IToa N IHocuennsis I'amerorenes MeiioTuyeckas npoda3sa |
cragus
raMeToresesa

Ponurensckue Buabt
PSU PSU 3 5 Cnepmarosounsl  bes Hapymennii Hwuskast yactoTa MHTEPIOKUHTA U
ACHHAIICHCA TTOJIOBBIX XPOMOCOM
PSU PSU Q 3 Tucronoruyeckuii aHaH3 HEe TPOBOIHICS V nonoBoro OuBasneHTa
HEBBIPOBHEHHBIC IICHTPOMEPHI
BCTPEYAIOTCS PEAKO
PCA PCA 3 5  Cnepmaro3oust be3 Hapymenuit Huskas yactoTra MHTEpPIIOKUHTA U
ACHHAIICHCA TTOJIOBBIX XPOMOCOM
PCA PCA Q 3 T'mcromoruyeckuii aHaIu3 He TPOBOIHICS VY nonoBoro OuBaieHTa
HEBBIPOBHEHHBIE IIEHTPOMEPHI

BCTPEUAIOTCS PEIKO

MexBUIOBBIE THOPHAB

PCA PSU 3 8  Cnepmaroronun Tun A: penxue
y THOpHJIOB THIIA  CIIEPMAaTOTOHHHU. Huskas yactoTra MHTEPIIOKUHIA, HO
A. Tun b: peaxue ciepMaTuabl  BBICOKAs 4aCTOTA aCHHAICUCA
CrnepMaTo30uasl ¥ €IUHUYHEBIC TIOJIOBBIX XPOMOCOM

y THOpUIOB THIIA  CIIEPMATO30MAbI

b. AHOMAaJIbHOW MOP(OIOTHH.
[TaxuteHoBbIN apecT
OoubIeli yacTH

crieMaToruToB |.

PCA PSU Q 4 T'mcronormueckuii aHAIN3 HE IIPOBOIMICS VY nonosoro OuBaneHTa
HEBBIPOBHEHHBIC IIEHTPOMEPHI

BCTPCHAKOTCA 4aCTO

B ornmume ot HekoTophIX mpenbiaymux uccaenosanuii (Safronova et al., 1999), mbr He
OOHAPYKUJIH CePhE3HBIX HAPYIICHUI CHHAICHCA U PEKOMOWHAIIMU ayTOCOM y CaMIIOB U CaMOK
ruopumos P. campbelli X P. sungorus B cpaBHeHuu ¢ poautensckumu Bugamu (Puc. 15, Puc. 17,
Puc. 18). ManoBeposTHO, 4TO ITUBEPreHIMS HYKJICOTUIHBIX IOCIEIOBATEILHOCTEH ayTOCOM Y

ABYX BHJOB MOXHOHOIHX XOMSYKOB, KOTOpasd IPUBOJAUT K HAPYHMICHUIO PACIIO3HABAHUS
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TOMOJIOTHH, SIBIISIETCS] IPUYMHON CTEPHIbHOCTH THOpHI0B. ClieqoBaTenbHO, OCHOBHAS MPUYHHA
cTepuibHOCTH — acuHancuc XY-OuBanenrta. [logemy acHHancuc MpUBOIUT K OCTAaHOBKE Meio3a

MU B UCM IIpUYHHA BBICOKOM YacCTOTHI aCHHAIICHCa y FI/I6pI/II[OB?

3.2 HapymeHue MeloTHYecKOW M MOcTMeloTH4YecKoil MHakTUBanmuu reHo ITAP
SIBJISIETCS] BEPOSITHOM NMPUYMHON CTEPUJIBLHOCTH CAMIIOB THOPHU/I0B KAPJIMKOBBIX XOMSAYKOB
poaa Phodopus

W3BecTHO, YTO CHHANCUC W peKOMOMHAIMsA B 1ceBgoayrocoMHoM paioHe (ITAP)
HE0OXOIUMBI JIJI5 IPOXOKICHUS TAXUTEHHON TOUKH KOHTPOJISI MEH03a U KOPPEKTHOM cerperaiuu
noJioBbix xpomocom (Miklos, 1974; Burgoyne and Mahadevaiah, 1993; Rodriguez and Burgoyne,
2000; Helena Mangs and Morris, 2007). TlpuunHo#t HapylieHHs CIIEpMaTOreHe3a BCIICACTBUEC
acuHaricuca XY MOXeT ObITh HapylIeHHEe MEMOTHYECKOrO CAMJICHCHHIa IMOJIOBBIX XPOMOCOM
(MSCI). Orot nporiecc sBASETCS YacThio 6oJiee 00IIero MeXaHn3Ma MEMHOTUUECKON MHAKTUBAIIUN
HecuHanTtupoBaHHoro xpomatuHa (MSUC). B wMeiioze y caMIOB MJIEKONUTAIOIIMX
JTUBEPrUpOBaBIIME YacTU X- U Y-XPOMOCOM OCTAaIOTCS aCHMHANTHPOBAaHHBIMU U COJIEPKaT
HepenapupoBanHbie AByHHUTEBbIE pa3peiBbl JJHK. Coxpanenne aBynuteBbix paspbiBoB JHK o
MaXUTECHbI TMPHUBOIUT K TpuBIedYeHUI0 knHa3el ATR, xoTopas B ToM uucie ¢ochopuimpyer
ructoH H2A.X, yTo npuBOANUT K MHAKTUBALMU TPAHCKPUIILMKU HECTIAPEHHBIX PAliOHOB MOJIOBOIO
OuBajieHTa W OOpPa30BaHUIO IOJOBOTO Iy3bIpbKa. DJTO HEAKTUBHOE COCTOSHHUE XPOMAaTHHA

MOJIOBBIX XPOMOCOM coxXpaHsieTcs B criepmaruax (Turner, 2015).

B Hopme ITAP nosHOCTRIO CMHANTUPOBAH K cepenHe maxuTeHbl. Ha aToi ctaguu oH He
COJICPKUT HepeaprupPOBAHHBIX IBYHUTEBBIX pa3pbiBoB JJHK u He MeTuTcs anTuTemamu k YH2A. X
(Puc. 21A, I'). T'ens1, pacnionoxxennsie B [TAP, uzberator MeioTHUeckoi MHAKTHBAIMHM KaK B
Meiio3e camok, Tak u camioB (Raudsepp and Chowdhary, 2016). B cemeHHHMKax MbIIIH ObLia
o0OHapy)keHa IKCIPECCHsl HECKOJIbKUX TeHOB, pacnojokeHHbiX B [TAP, Takux kak Sts (Raman and
Das, 1991) u Midl (Fxy) (Palmer et al., 1997). Beuto moka3zano, uto StS, crepouacynibarasa
y4acTBYeT B MOJICPKAHUH HOPMAIBHOTO TECTUKYISIPHOTO TOPMOHATBHOTO MHUKPOOKPYKEHUS
(Lardone et al., 2021). Midl moxeT OBITh CBsI3aH C KJIETKAMH CIIEPMATOTOHHAIBHOTO psja, TaK

KaK ISl HUX XapaKTepHa aKTUBHAS PO Qeparus.

He wuckmtoueHo, 4TO pacmpocTpaHEHHE MeENOoTHYecKoro caiieHcuHra Ha I[IAP wu
WHAKTUBAIMs T€HOB, HEOOXOAUMBIX /ISl POXOKICHHS ClIepMaToreHe3a, MOTyT ObITh MPUYUHON
OCTaHOBKHM Me€#03a B CIIEPMATOIUTaX C ACHHAICHCOM TMOJOBBIX XpomMocoM. Takum o0Opazom,

acuHaricuc XY MOXET IPUBOJIUTH K BOBHUKHOBEHHUIO THOPHUIHON CTEPHIIBHOCTH.
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3.3 'erepoxpomMaTuHOBBIH 010k HA XP yCKOPsieT Me;KBUIOBYIO TuBeprenuunio [NAP

Bropoii Bompoc 3akiarodaeTcs B TOM, IOYEMY CHHAICUC MTOJOBBIX XPOMOCOM HApYIIEH Y
ruOpHUI0B XOMSYKOB. [IpsiMOii MpUYMHON acuHAarcuca B JIF000I 4acTH XPOMOCOMBI Y THOPUIOB
SIBIISICTCS. TIOTEPsT TOMOJIOTHH. VccienoBanusi THOPHUIOB MBIIIEH MMOKa3alH, YTO FeHETHYeCcKas
nuBepreniust [TAP Mexny poAuTeNbCKUMHU MOJBUAAMU M BHAAMU KOPPEIUPYET C YaCTOTOM
acunancuca XY (Hale et al., 1993; Dumont, 2017). [dusa ITAP uenoBeka-mmMItan3e/deaoBeKa-
OpaHTyTaHTa XapakTepeH Oosiee BBICOKMHM YPOBEHb HYKJICOTHIHBIX 3aMeH B MHTpoHax SHOX,
PPP2R3L u ASMT (K = 5.7-8.7%) 1o cpaBHEHHIO CO CPEIHEH IMBEPreHIIUCH HEKOUPYIOIINX
MIOCJIEIOBATEILHOCTEH MEX/Iy YEIOBEKOM M 4enoBekooOpasHbiMu obOe3bstHaMu (K = 3%) nm
ypoBHeM auBepreHimn X-cnenu¢uunsix reHoB (K = 2.7%) (Filatov and Gerrard, 2003).
OcoOeHHO BBICOKAass CKOpocTh muBepreHnuu IIAP oOHapykeHna y rpeyHOB. lake
OJIM3KOPOJICTBEHHBIC BUJBI MBbIIICH pa3IMYalOTCs T'eHETUYeCKUM cojaepxkanuem I[IAP wu
pacrioniokeHueM rpaHuisl Mexny I[TAP u crenuduueckumMu 00IaCcTSIMH TTOJIOBBIX XPOMOCOM
(Perry and Ashworth, 1999). ¥V wMHOrux BHUJIOB TpBI3YHOB, IIO-BHIUMOMY, pPa3BHJICS
IbTEPHATUBHBINA MeXaHU3M cerperaiu X u Y B Mel03e, TaK Kak OHHM IIOJHOCThO yrpatuiu [TAP

(de la Fuente et al., 2012; Horn et al., 2012; Graves, 2016).

OcHoBHOM npuunHOM ObicTpoit 3Bomouuu [IAP sBnsieTcss ero BBICOKMN YpPOBEHb
pekoMOMHaIMK B Meio3e y camioB. VHbIMM cl1OBaMH, TaM MPAKTUYECKH BCET/la MPOUCXOIUT
OJIMH OONUraTHBIA OOMeH. Y MyXuuH ypoBeHb pekoMmOuHaiuu B IIAP1 B 17 pa3 Bble, uem
ypoBeHb pekoMOHHaIMK B cpeaHeM mo remomy (Hinch et al., 2014). V camiioB Mbliiei ypoBeHb
pexomOuHanuu B [TAP B 7 pa3 Beime, yeM y camok (Soriano et al., 1987). Boicokuii ypoBeHb
peKoMOMHAIINKY HEU30€KHO NPUBOJUT K TeHOMHOM HecTtadbuibHOCTH IIAP M Kk moBblmeHHON
WHAUBUAYAJIbHO  WM3MEHYMBOCTH  OJHOHYKJICOTHIHBIX  MOJUMOP(U3IMOB,  CETMEHTHBIX

JyTuMKanuii 1 Bapuarmii yucia kormid (Ross et al., 2005; Bussell et al., 2006).

Myranuu, kotopele npousouu B ITAP y camioB, MOryT penapupoBaTbcs BO BpeMs
MeH03a Yy CaMOK WM CEerperupoBaTb B pa3HbIE TaMeThl B XOJE€ OOIE€He3a, a 3aTeM
AIIMMUHUPOBATHCS MYTEM €CTeCTBEHHOro orOopa. OHAKO Yy MOXHOHOTHUX XOMSYKOB 3TOT MYyTh
romorenn3anuu  [IAP  momnocteio  3abnokupoBanH. IIAP 'y HuX pacnojgoxeH Ha
rerepoxpomaruHoBoMm tieue Xp (Vistorin et al., 1977; Schmid et al., 1986; Romanenko et al.,
2007) (Puc. 20B), xoTopoe, Kak MbI IIPOJAEMOHCTPUPOBAIIH, ACHHAITHPOBAHO B OOJBIICH YacTh
kierok y rudpunos (Puc. 19B, I', Puc. 215, [I; Tabnuma 6) win CHHanTUpOBAaHO HETOMOJIOTUYHO
¥ TI0O9TOMY HEJOCTYITHO Ui peKkoMOuHanuu B Meiioze y camok (Puc. 22; Tabnuna 7). M3BecTHO,
YTO HAJIWYME FeTepOXPOMATHHOBOIO 0JIOKAa HA XpPOMOCOME MOJABIAET PEKOMOMHALIMIO B 3TOM

paiione (Stack, 1984; Ashley, 1988; Dumont, 2016) (Puc. 225). Mbl Ha0momaeM MOJIHOE
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OTCYTCTBHE KPOCCHHIOBEpa: HU y CaMOK THOpPUIOB, HU Y CaMOK POJAUTENIBCKUX BUIOB MBI HE
oOHapy>xuiu HU ogHOTo OuBanenta XX ¢ curnanom MLH1 na Xp (Puc. 18). bnok pekomOunam
Ha BCceM MpoTsbkeHUU XP, Briatouas [TAP, moipkeH NMpUBOAUTE K €ro YCKOPEHHOM MEKBHI0BOM

JTUBEPIeHITUHU U JICTPaIallHH.

Takum 00pa3zoM, BMECTO FOMOTEHH3AIMKA BHYTpeHHETO conepxumoro ITAP, B koTropom
HEM30€KHO HAKAIUIMBAIOTCS MyTAIlMK B XOJIe Meii03a y caMIoB, OMBaneHThl XX, MO-BHIUMOMY,
AKKyMYJUPYIOT M PacHIpeleNsioT BHYTPU BUIA CBOM COOCTBeHHBIM Tpy3 myrtanmii B IIAP.
Coueranue 3THX ABYX (PaKTOPOB — BBICOKHH YpOBeHb pekoMOuHauu B [IAP B melio3e y camiioB
u orcyrcTBrue pekombunanuu B [TAP B xoze Meiio3a y caMOK — yCKOpSIET ero 3BoJjroiuio. M3-3a
ObicTpolt MexBuUIOBOW auBepreHuuu ITAP mpoucxoauT morepsi TOMOJIOTMHM HYKJIEOTHUIHBIX
nocsenoBareabHocTell IIAP, 4To NpUBOAUT K BBICOKOM 4acTOTE aCMHAIICKCA MTOJIOBBIX XPOMOCOM
Yy ME@XBHUIOBBIX THOPHIOB, YTO, B CBOIO OYEpEeb, BEPOSITHO, SBIAECTCS OCHOBHOW MPUYUHOU
THOPHUTHON CTEPHIIBHOCTH Y CAaMIIOB MOXHOHOTHX XOMSUKOB. [Ipyrue nposiBeHus TeHETHIECKOM
HECOBMECTHMOCTH, TaKHWe KaK HEXKH3HECIOCOOHOCTh PEIMIPOKHBIX THOPHIOB M OCTAHOBKA
CIiepMaToreHe3a Ha CTaJuu CIepMATOTOHHMH y THOpPUAOB TuNa A, BEPOATHO, BO3HUKAIIU

HE3aBUCUMO APYT OT Apyra, U UX MEXaHHU3MbI €IC IIPEACTOUT U3YyUUTh.
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3AK/IIOYEHUE

B nmanHOif pabGoTre MBI HCCIEIOBATM  MEXaHU3MBl (DOpPMUPOBAaHUS THUOPUIAHOM
CTEPUJIBHOCTH Y HEKOTOPBIX OJIM3KOPOJCTBEHHBIX BHIOB XOMSKOBBIX: CEPBIX MOJIEBOK POJIOB
Alexandromys u Microtus 1 MoxHOHOTHX XOMs4KkoB poaa Phodopus. OcoOeHHOCTBIO JTaHHBIX
BUJIOB SIBJISICTCS HX CPAaBHHUTCIBHO HEOOJBIIOE BpEeMs IUBEPICHIMH M aUIONATPUUCCKHI

creHapuii BunooopaszoBanus. OMHAKO I KOXKIOH U3 MOJIEICH XapaKTepHbI CBOM OCOOESHHOCTH.

Tpu ucciieoBaHHBIX BHIA MOJCBOK pojaa Alexandromys auBeprupoBaid OTHOCHUTEIBHO
HeJlaBHO, OKoJIo 110 ThIC. JIeT Ha3zaJ, M XapaKTEPU3YIOTCS 3HAYUTEIBLHON KapHUOTHUIMHUYECKOU
JTUBEPTEHITNEH U BHYTPUBUIOBBIM XPOMOCOMHBIM MOTUMOPGU3MOM. IS Th UCCIIeTOBAaHHBIX BUI0B
MOJICBOK poja MiCrotus pasnuyaroTcs Kak 1mo BpeMeHu quBeprenuuu (ot 60 10 250 Thic. JIeT), Tak
U 10 CTENEHH KapUOTHUIHMYECKHX pa3Inyuil: HauOonee OMM3KHE BHUABI UMEIOT MPAKTUYECKU
UJCHTUYHBIE KApUOTUIIBI, a (QuioreHeTudyecku Ooyiee MJallekKue pa3inyaloTcs 10 CEepuu
XPOMOCOMHBIX TEpecTpoeK. J[Ba M3y4eHHBIX BHJa MOXHOHOTHMX XomstukoB P. sungorus u P.
campbelli quBeprupoBair 0k0j0 1 MIIH JIET Ha3a/, IPU STOM UX KAPUOTHIIbI OTIIMYAFOTCS JIUIIh
no Onokam rerepoxpomaruHa. W3ydeHwe ocoOEHHOCTEW cIliepMaToreHes3a, CHHANCUca |
pPEeKOMOMHALIMKM XPOMOCOM Y THOPHIOB MEXAY BHIAMH, DPA3IMYAIOUIUMHUCS MO BPEMEHU
JIUBEPTEHIMHU, C OAHON CTOPOHBI, U MO YUCIY U TUITY HAKOIUJIEHHBIX XPOMOCOMHBIX Pa3jInunid, C
JIPYroM, TMO3BOJIMJIO HAM OLICHUTHh OTHOCHUTEIIBHYIO POJIb F€HETHYECKOW MU KapUOTHUIIMYECKOMN
JTUBEPreHIuu B (POpMHUPOBAHUHM TUOPHUIHOW CTEPHIIBHOCTH B OTIENbHBIX TPYIIax BUAOB U
BBISIBUTH 00IIME U crenruueckue MUTOJIOTMYECKUE MEXaHH3MBI, JIeJKallhue B OCHOBE 3TOTO

SIBJICHUA.

CambBIM pacnpOCTpaHEHHBIM HapyIIEHHEM CIIepMaToreHe3a, KOTOpoe HaOI0Aaioch B
OosbIIeH YacTH MM BO BCEX CEMEHHBIX KaHalbLaX y BCEX HCCIENyeMbIX TMOpPHAOB, OBLIO
HaKOIJICHHE TIOJOBBIX KIJIETOK Ha CTaJuM MEPBUYHBIX CIIEPMATOLMTOB, KOTOpBIE 3aTeM
MOJIBEPTaJIUCh anomnTo3y. B HEKOTOphIX ciayyasx HaOI0Aan0Cch 00pa3oBaHKe HEOOIBIIOTO YHCa

AHOMAJIBHBIX CIICPMATHA U CIICPMATO30U10B.

[{uTonornyeckuii MEXaHU3M CTEPUIBHOCTH — ACHMHAIICUC TOMOJIOTMYHBIX XPOMOCOM B
npodaze merio3a -- ObUT OOIIMM MAJIE BCEX TPEX TAKCOHOB. Paznmuuus 3aKiIrO4amuch B THIIC
ACHHAINITUPOBAHHBIX XPOMOCOM (3TO OBLIM ayTOCOMBI B CIIy4ae MOJICBOK U TIOJIOBBIE XPOMOCOMBI
B CJIy4ae XOMSIYKOB), MPOTSHKEHHOCTH aCMHANITUPOBAHHBIX YYaCTKOB (II€JIbIE XPOMOCOMBI MITH UX

OTACIBHBIC paﬁOHBI) " NpUYrMHaxX BO3HUKHOBCHUS aCHHAIICUCA.

Bo Bcex ClIydasx HapyHICHUA CHUHAIICUCAa HWHUIIUMHUPOBAIA caiiJIeHCHHT HECITapCHHOTO

XpoOMaTHHA, O YEM CBUACTECIBCTBOBAJIO HHTCHCHUBHOC MCUCHNEC HECITIAPCHHBIX paﬁOHOB XpOMOCOM
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a"HTuTenaMu K gocopunupoBanHoit popme ructona H2A. B Tex cimyyasix, Korja B acCHHaIcCucC
ObUIM BOBJICYCHBI MPOTSHKEHHBIC YYaCTKH ayTOCOM, IIEJIbIe ayTOCOMBI MJIM TICEBJI0AYTOCOMHBIN
paliOH TOJIOBBIX XPOMOCOM, HX CAMJICHCHHI MOT NPHUBOAMTH K OCTAaHOBKE MeH03a Ha CTaIuH
npodasel | u rubenu cnepmarouuToB. Ecinu HecrapeHHBIMH OCTaBAINCH HEOOJBIINE YYACTKH
ayTOCOM WJIM MaJlo€ YMCIIO KOPOTKUX ayTOCOM, MX CAHJICHCHHI MOT IPUBOJIUTH K OTIOKECHHBIM

HapyIIEHHUSIM CIIEpMaTOreHe3a U 00pa30BaHUIO a0EPPAHTHBIX CIIEPMATH]I U CIIEPMATO30H/I0B.

[Tprunnbl acuHancuca ObUIM, MO-BUJUMOMY, pa3HbIMU Yy FMOPHUIIOB B pa3HbIX Ipymiax
BUJOB. Y TMOpPUI0B MEX1y OTHOCHUTENIBHO JABHO JMBEPrUPOBABIIMMH BHJIAMH IOJEBOK POAA
Microtus, acunaricuc Mor ObITh 00YCIIOBIICH 3HAYMTEIBHOW TUBEPIEHIINEH ITOCICI0BATEILHOCTEH
JHK, ygacTtByromux B 00pa3oBaHWU JBYHUTEBBIX pPa3pbIBOB Ha CTAIUU JICTITOTEHBI, MOHCKE
TOMOJIOTMYHBIX Y4aCTKOB XpOMOCOM U MHCC-MaT4 pelapanuy pa3pblBOB Ha CTauu 3uroreHsl. Ha
3TO yKa3blBaJO 0Opa30BaHUE YHUBAJIEHTOB U MYJIbTHBAJIEHTOB, B KOTOpbIE ObLJIM BOBJIECUEHBI B
TOM YHCJIE HEIEPECTPOCHHBIE XPOMOCOMBI POIUTEIBCKUX BUIOB, HAJINYUE NPOTSKEHHBIX
Y4aCTKOB AaCHHAIICHCAa B OMBAJIEHTAaX M MYJbTUBAJIEHTAX U 3HAYUTEIbHOE CHUYKEHUE YPOBHS
pexomOuHanuu. Kapuotunuueckas qUBepreHius BuIoB pogaa MiCrotus urpasia He OCHOBHYIO, a
JIONIOJIHUTENBHYIO DPOJIb B HApyLIEHUAX CHHAIICMCA WX MEXBUIOBBIX T'MOPHUIOB, 3aMeiss
IIPECUHANITUYECKOE BBIPABHUBAHKUE T'OMOJIOTOB M YCJIOKHSISI IOMCK TOMOJIOTHYHBIX paioHOB. Tak
Meii03 y THOpUIOB MEX/y paHO TUBeprupoBaBmuMu Bugamu M. transcaspicus u M. kermanensis
OCTaHaBIMBAJICS Ha OoJiee paHHEH CTajauu, 4eM y ruOpuaoB Mexay Buzamu M. arvalis u M.
kermanensis, TuBeprupoBaBIIMMH TMO3/IHEE, HECMOTPS HA TO YTO IMEPBbIC Pa3IHYAIHCh MO 8

nepecTpoikam, a mocjaenaHue mo 14.

XpomocomHO TosMMopdHbBIe BHIbI poaa Alexandromys nauBeprupoBalii OTHOCHUTEIBHO
HEJAaBHO W, MO-BUJMMOMY, HE YCIEIHM HAKONWTh 3HAYMTENBHBIX Pa3IU4YUi B HYKJICOTHUIHBIX
MOCJIEI0BATENbHOCTAX, HO TPU 3TOM HE3aBHCUMO 3a(pMKCHPOBAIM MHOKECTBO PA3IUYHBIX
XPOMOCOMHBIX ITEPECTPOEK (MHBEPCUH, IEHTPOMEPHBIX CABUTOB, POOEPTCOHOBCKUX U TaHAEMHBIX
TpaHCIOKAIMii, BOBJIEKAIOUINX OJIHU U TE K€ IJIEYH XPOMOCOM, HO B Pa3HbIX KOMOMHAIMX). Y
BHYTPUBHJIOBBIX THOPHIIOB MEXAY XPOMOCOMHBIMH pacaMH — MPOCTBIX T'€TePO3UroT IO
HECKOJIBKUM (710 9) mepecTpoiikaM Mbl He HaOJI0JalIi HApYILIEHUH CHHAIICKCAa U peKOMOMHAINN
U, KaK CJeJCTBUE, — CIepMaToreHe3a. B To ke Bpems, y MEXBHAOBBIX THOPUIIOB, KOTOpHIE
ABJISUIACH CIIOKHBIMM T€T€PO3UTOTAMM HE MEHee 4eM 1o 15 mepecTpoiikaMm, 4acTh U3 KOTOPBIX
HepeKphIBAIach BHYTPU OJHOM M TOW K€ XPOMOCOMBI, CHHAIICUC XPOMOCOM OBII 3aTpyIHEH.
MOo>HO AyMaTh, YTO UMEHHO CJI0KHAsl T€TEPO3UTHOCTD M0 TAKMM IepecTpoiikaM ObL1a OCHOBHOM
MPUYMHON acMHAIcHUca B MyJIbTUBAJIEHTaX, 00pa30BaHHbBIX TOMOJOTUYHBIMH IJIE4aMU XPOMOCOM.

Tononorndeckas CIIOKHOCTh TAKUX CHHAIITHYCCKUX KOH(l)I/IpraHI/Iﬁ orpaHn4uBajia BO3SMOXHOCTb
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(GU3MYECKUX KOHTAaKTOB MEXIy TOMOJOTaMH M TPHUBOJIWIA K OOpPa30BAHUIO MPOTSHIKEHHBIX
paiioHOB acuHaricuca. B To ke Bpemst OoJiblasg 4acTb XPOMOCOMHBIX IUIEY, BOBJICYCHHBIX B
NEepeCTPONKH, CHHANTUpOBajga XOTS OBl YaCTMYHO M OOHIMI YPOBEHb PEKOMOMHAIMH Y
MEKBHUIOBBIX THOpHIOB poaa Alexandromys Obu1 CpaBHUM C TaKOBBIM Y POJUTEIbCKHX BUIIOB.
YHUBaICHTHI ObUIN PEJIKU M HETIEPECTPOCHHBIE XPOMOCOMBI POJUTEIBCKUX BUIOB, KaK IPABHIIO,
HE Y4acTBOBAJIHM B 0Opa30BaHWU MYJIbTUBAIEHTOB. (Clen0BaTeNbHO, MOKHO CAEIAaTh BBIBOJ O
COXpPAHEHHUHU T'OMOJIOTMM HYKJIEOTHUIHBIX MOCIEIOBATEIBHOCTEW y Pa3HbIX BHUJIOB U HE CTOJIb
3HQUUMOW pOJIM TEHETHUYECKOW JHMBEPreHUHUH, B CPABHEHUU C KAPUOTUIIMYECKOH, B

(bopMHPOBAHUYU CTEPUIIBHOCTH Y THOPHIIOB.

Takum 00pazom, HAKOIUIEHHE XPOMOCOMHBIX IIEPECTPOEK B HEOOJBIINX U30JIMPOBAHHBIX
HOMYJISANUAX ObUIO BaKHBIM MEXaHHU3MOM BH1000pa3oBaHMs y mojieBoK poaa Alexandromys, B
OTJIMYKE OT MOJICBOK poaa MiCrotus, rie 3HauuMyro poJib B (POPMHUPOBAHUH PEIPOTYKTHBHOM

HCCOBMCCTHUMOCTH ChIr'pajia rCHCTUUCCKAA JUBCPICHI M.

JlocTaTouHO MANMTENBHBIN TEepHoJ] TeorpaguuecKold H30JSLIUN HCCIEAYEMBIX BHJIOB
MOXHOHOTMX XOMSYKOB pona Phodopus He mpuBen K 3HAYUTENBHOW TI€HETHYSCKOW H
KapUOTHIIMYECKON JMBEPreHIIMH UX ayTOCOMHBIX I€HOMOB. Mbl HE OOHapYXWUJIM HapyIIEHUH
CHHAIICUCAa M PEKOMOMHAIIMM ayTOCOM Yy THUOPHUAOB, YTO TOBOPUT O COXPAHEHUH BBICOKOM
TOMOJIOTMM HYKJICOTUHBIX MOCIEA0BATEIbHOCTEH, YHaCTBYIOIUX B 00pa30BaHUU JBYHUTEBBIX
pa3pbIBOB U MoKcke romosoruu. Hapyienus cnepmaroresesa y ruOpuioB ObLTH 00YCIIOBIIEHBI
ACUHAIICHCOM IIOJIOBBIX XPOMOCOM, Ha KOTOPBIX PAaCIOJIOXKEH IICEBJ0AyTOCOMHBIN palioH. MbI
1ojiaraeM, 4To ObICTpas AUBEPreHIMs 3TOr0 pailOHa y POAUTENBCKUX BUAOB Obla 00YCIIOBIEHA
HaJMyueM OOJIBIIOr0 reTepOXpPOMATUHOBOTO OJI0KAa HAa KOPOTKOM ILiede X-XpOMOCOMBI, TJI€ OH
pacIioyio’keH, U MOAAaBICHUEM PEKOMOMHALIMU B HEM KaK Yy CaMIIOB, Tak U y caMoK. Hakomnnenue
pasHbIX MyTallUid B 3TOM pailoHe y pOJUTENbCKUX BHJIOB MOIJIO ObITh OCHOBHOM NMPUYMHON

MOBBIIIIEHHOW YaCTOTHI acUHAITcHca X- U Y -XpOMOCOM Yy THOPHUIOB.

Takum 00pa3om, pe3ynbTaThl HAIIETO HMCCIEIOBAHUS TMO3BOJSIOT TMPEANOI0XKUTH, YTO
OCHOBHOH TPUYMHOW CTEPUIBHOCTH THOPUIOB MEXIY OIU3KOPOJICTBEHHBIMUA BHJIAMHU
XOMSKOBBIX SIBJISIETCS] ACUHATICHUC IIEJIBIX XPOMOCOM HIIA UX OTJEIbHBIX PAaHOHOB, KOTOPBII MOXKET
MPUBOANTh K CAMJIGHCHUHTY HECIApEHHOTO XpOMaTHHA M OCTAaHOBKE CIIEpMaTOreHe3a WU
dbopmupoBaHHIO abeppaHTHBIX HEDYHKIIMOHATBHBIX TaMET. ACHHAIICUC MOXKET ObITh O0YCIIOBIIEH
KaK JUBEPTeHIINEN HYKICOTUIHBIX MOCIEI0BATEIbHOCTEH, YHaCTBYIOUIMX B TTOMCKE TOMOJIOTUHU
Ha PaHHUX CTAaIUAX Tpodasbl Meiio3a, Tak 1 UKCcAIUeil pa3InYHBIX XPOMOCOMHBIX MEPECTPOEK,
B TOM YHCJI€, BOBJEKAIOMINX OJHHU M T€ K€ IJICYHM XPOMOCOM, HO B Pa3HBIX KOMOWHAIIHSX.

CooTHolIeHNE BKJIaJ10B TeHETHYCCKOM 1 KapHOTHHquCKOﬁ JUBCPIrCHINU POJUTECIBCKHUX BUI0B B
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dbopMupoBaHHE THUOPUIHOW CTEPUIBLHOCTH OMpPENesieTcss MPOJOHKUTEIFHOCTRI0O HE3aBUCUMOM
ABOJIIOIMU  POJUTEIIbCKAX TAKCOHOB, THUIIOM XPOMOCOMHBIX II€PECTPOEK, YacCTOTOM HX

BO3HHMKHOBCHUS U (bHKC&HI/II/I.

CoBpeMeHHbIE TEOPUH XPOMOCOMHOTO BH1000pa3oBaHus 00pallialoT OCHOBHOE BHUMAaHUE
Ha NI0JJaBJIEHUE PEKOMOMHAIINY HA CTAJMU MMaXUTEHBI B Ipodase I Meiio3a BOKpYT TOUEK pa3pbhIBOB
xpomocoMHBbIX nepectpoek (Rieseberg, 2001) nubo Ha HapylIeHHE PACXOXKAECHUS XPOMOCOM B
X0Jie Mel03a THOPUIOB — T€TEPO3UTOT M0 XPOMOCOMHBEIM nepectpoiikam (White, 1978; King,
1993). Pe3ynbTaThl HaIIeTo HWCCIIEIOBAHMS TOKA3bIBAIOT, YTO K (POPMUPOBAHUIO THOPHIHOMN
CTEpWJIBHOCTU U, CJEIOBATENbHO, K BHI000pPA30BAHMIO MOTYT MPHUBOAUTH XPOMOCOMHBIE
B3aMMOJICHCTBUS Ha Oojiee paHHUX CTaJMUAX MeHo03a, KOorja MPOMCXOAUT IPECHHANTUYECKOE
BBIPaBHUBAHUE XPOMOCOM, 00pa30BaHUE IBYHUTEBBIX Pa3phIBOB, TOMCK TOMOJIOTHH U MUCC-MaT4
penapanusi. HapymieHuss 3TUX NpPOIECCOB, BBbI3BaHHbIE HECOBMECTUMOCTHIO HYKIICOTHIHBIX
MIOCJIEIOBATEIBHOCTEH, B HUX YUYaCTBYIOIIUX, W/WIIM TE€TEPO3UTOTHOCTHIO MO XPOMOCOMHBIM
HepecTpoiikaM, BEeIyIIeH K pa300LICHUI0 TOMOJIOTUYHBIX PalOHOB XPOMOCOM B IPOCTPAHCTBE

AApa, BEAYT K ACHHAIICUCY XPOMOCOM H, KaK CJIICACTBUC, K HAPYHICHUIO CIICPMATOI'CHE3A.
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BbIBO/IbI

1. V BHyTpuBHAOBBIX ruOpugoB ponxa Alexandromys, koTopbie SBISIOTCS MPOCTHIMH
TeTepO3UroTaMH MO0 HECKOIBKUM XPOMOCOMHBIM MEpPeCcTPOrKaM, MOKa3aHO HOPMaJIbHOE TEYCHHE

CriepMaToreHesa u OTCyrCTBUe HapymeHI/Iﬁ CHHaIIcuca u peKOM6I/IHaHI/II/I XPOMOCOM.

2. TlpuymHOW CTEPUIBHOCTH CaMIIOB MEXBHIOBBIX ruOpuioB poma Alexandromys co
CJIO’KHOM Te€TePO3UTOTHOCTHIO IO XPOMOCOMHBIM TEPECTPOHKAaM U MEXKBHJIOBBIX THOPUIOB PO
Microtus siBisieTcst OCTaHOBKa CIIepMaToreHe3a, KoTopasi, BEpOSTHO, BBI3BaHa MHOTOYHCIICHHBIMU
HapylLICHUsAMH CHHAICUCa XPOMOCOM, MPUBOASIIMMU K MEHOTHYECKOM WHAKTUBALUU

aCMHANTHPOBAaHHBIX PaHOHOB XPOMOCOM.

3. Iloka3aHo, YTO CTENEHb HApYyIIEHUN CHUHAIICUCA W PEKOMOMHAIUM Yy CaMIIOB
MEXBHIOBBIX THOPUIOB TOJNIEBOK poxa MiCrotus Bo3pacTaeT ¢ YBEIHYCHHEM BpPEMCHH
JMBEPreHLMU M KOJIMUYECTBA HAKOIJICHHBIX KAPUOTUIIMYECKUX Pa3IUYMi MEXy POJUTEIbCKUMU

BUOaMMU.

4. TIpuuuHON THOPUIHONW CTEPUIIBHOCTH CAMIIOB MEKBHIOBBIX TMOPHIOB KapIHKOBBIX
xoMsukoB P. sungorus u P. campbelli ¢ waeHTHYHBIMEH KapHOTHUIIAMH SIBISETCS OCTaHOBKA
criepMaroreHe3a Ha CTaJdd  CIIEPMATOIMTOB, KOTOpas, BEPOATHO, BBI3BaHA HapyIICHUEM

CUHAICHCA U PEKOMOMHAIMY B I1ICEB/I0AYTOCOMHOM pailOHE MOJIOBBIX XPOMOCOM.

5. BriepBble BBISIBIEHO OTCYTCTBHE PEKOMOMHAIMM B ICEBAOAyTOCOMHOM pailoHe XX
OuBasieHTa y (epTUIIBHBIX CAMOK TMOPUI0B, KOTOPOE MOXKET BBI3bIBATH OBICTPYIO AMBEPIEHIIUIO
MIOCJIE0BATENBHOCTEN 3TOr0 paiioHa, YTO NPUBOAMT K HAPYLIEHUSAM CHHAIICUCA Yy CaMIOB

rUOpHUIOB.
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