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CIIMCOK MCITOJIb3YEMBIX COKPAIIIEHU

JIVK — nensHas yKkCcycHas KUCIOTa

I.H. — Iapa HyKJIEOTUIOB

[IIIP — monumepa3Has nenHas peakius

cat/IHK — caremmurhas JJHK

OJTA — stunenguaMuHTETpaaIieTaT

BAC (bacterial artificial chromosome) — wuckyccTBeHHass OakTepuabHas
XpoMocoma

Cy3 — npanun-3

DAPI (4',6-diamidino-2-phenylindole) — 4,6- qruamun-2-heHuIHI0T

DPBS (Dulbecco's phosphate-buffered saline) — docdarusiit 6ydep Moaudukarwm
Jynp0eKko

DOP (degenerated oligonucleotide primer) — vacTuaHO BBIPOXKICHHBIN ITparMep

ESD (environmental sex determination) — ompenencHue moja (GakTOpamMu
OKPYXKAIOIIEH Cpe/Ibl

FBS (fetal bovine serum) — ceIBOpOTKa SMOPHOHOB KPYITHOI'O POraToro CKora

FISH (fluorescent in situ hybridization) — ¢yopectienTHas Tubpuau3aius in situ

FITC (fluorescein isothiocyanate) — ¢uryopeciieMHU30THOIIHOHAT

GSD (genetic sex determination) — reHeTUYECKHIT MEXaHNU3M OTIPECIICHUS 10JIa

ITS (internal transcribed spacer) — BHyTpeHHHMI TPaHCKPUOUPYEMBIiA crieiicep

PAR (pseudoautosomal region) — rceBa0ayTOCOMHBIH paiioH

PSD (polygenic sex determination) — moMreHHbIH MEXaHU3M OIPEACICHHS MMOJIa

gPCR (quantitative polymerase chain reaction) — konn4yecTBeHHas MOJIMMepa3Has
IEITHAsT PeaKITUs

RAD-seq (restriction site-associated DNA sequencing) — cekBenupoBanue JTHK,
aCCOIIMUPOBAHHOE C CAalTaMU PECTPUKIIUU

SSC (saline-sodium citrate buffer) — nuTpaTHO-coneBoif pacTBOp cTaHIApTHBIN
coJieBoit Oydep

SDS (sodium dodecyl sulphate) — nogennncynbdar HaTpus

TSD (temperature-dependent sex determination) — TemmepaTypo-3aBUCHMBIN

MCXaHU3M OIIPCACIICHUS I10J1a
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I[JIH COKpAIICHUA JIaTUHCKUX Ha3BaHUM BHUJOB HCIIOJIB30BaJIUCh TpeX6YKBeHHBIC
0003HAUYCHMS: rnepBasd 6YKBa pPOaAOBOI0 Ha3BaHUA MW JABC IICPBLIC 6YKBBI BHUJOBOTO.

Hanpumep, Sceloporus malachiticus — SMA.
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BBEJEHHUE

AKTyaJ'lI)HOCTb HCCIIeJ0BAHUA

[TosioBoe pa3MHOXKEHHE OMHCAHO Yy OOJBIIMHCTBA JyKapuoT. DopMupoBaHHEe
OTIPENICTIEHHOTO TI0Jla MOYKET KOHTPOJIMPOBATHCSA CPEIOBBIMHU (paKkTOpamu, HarpuMmep,
TEMIIEPATYpPO  OKPYXKAIOIIEeW Cpeipl, WIA TeHEeTHYeCKUM (akTopamu, KOTIa
MIPUCYTCTBYET OJIMH W HECKOJbKO T€HOMHBIX JIOKYCOB, OTIPEICIISIOIINX MTOJ.

Y OOJBIIMHCTBA TIO3BOHOYHBIX JKMBOTHBIX TIOJ OIpPEACISIETCS IMOCPEICTBOM
MOJIOBBIX XpoMOCcOM. CyIIECTBYIONINE TCOPUH MPEAIOIATAIOT, YTO MOJIOBBIC XPOMOCOMBI
dbopMupyroTcs Ha ocHOBe ayrocoMHbix map (Graves 2016). Kak mnpaBwiio, ojHa
XpOMOCOMa W3 Tapbl TPHOOpPETaeT JIOKYC, OTBEYAMOIIMIA 3a OINpECIICHUE II0JIa.
[TogaBiaeHue peKOMOWHAIIMHA MEXTY TOMOJOTaMH MPEMSATCTBYET IEPEHOCY JIOKyca C
OJIHOM XpOMOCOMBI Ha JAPYTY0, MPU ATOM YacTO OJWH W3 TOMOJIOTOB HAKaIJIUBACT
MyTalldd W JETpajupyeT, dYTO  MOXET TMPUBOAUTE K  (OPMHPOBAHHIO
nudepeHITIPOBAHHBIX MOJIOBBIX XPOMOCOM.

B pa3HbIX 3BOJIONMOHHBIX JIMHUSX TTO3BOHOYHBIX Pa3JIMYHBIC TTAPhl AyTOCOM MOTYT
BOBJICKAThCS B (POPMHPOBAHKE IIOJIOBBIX XPOMOCOM, ITO3TOMY T€HETHYECKHH COCTaB
MOJIOBBIX XPOMOCOM B (PHIIOTCHETHYECKUX JIMHUSIX MOXKET CYIIECTBCHHO OTJINYAThCS
(Graves 2016). [lo cux mop oOCTaeTCs HESICHBIM, 10 KAaKUM NPUYHMHAM HEKOTOPHIC
AyTOCOMHBIC TAaphl CTAHOBATCS ITOJIOBBIMH XPOMOCOMAaMH dYallle, YeM JPYyTrue; Kakue
ABOJTFOIIMOHHBIE MEXaHU3Mbl MOTYT 3TOMY CIIOCOOCTBOBaTh, a TaKXe KaK IMPOMCXOIUT
BBIPOKJICHHE OJIHOTO W3 TOMOJIOTOB M YTO CIHOCOOCTBYET HAKOIUICHHIO Ha HEM
MOBTOPSIOLIUXCSI MIOCIIEI0BATEILHOCTEH.

TerokpoBHBIE  TMO3BOHOYHBIC  OOJIAIAIOT  OTHOCHTEIBHO  JIPEBHUMH U
CTAOWJIHBIMH TTOJIOBBIMH XPOMOCOMaMHU: IS TTHI] OMUCAHBI IOJIOBBIC XPOMOCOMBI
cucteMbl ZZ/ZW, a 1y1st TUTalleHTapHBIX U CyMYaThix MitekonuTaromux — XX/ XY. B To xe
BpEMsI IOHKHJIOTEPMHBIC TO3BOHOYHBIC — PEITHIINN, aM(PUOUN U PHIOBI — IECMOHCTPHPYIOT
YAUBUTEILHOE Pa3HOOOpa3We CUCTEM OMPEJEICHHsI ToJa: B paMKaX KPYIHBIX CEMEHCTB
MOTYT BCTpEYaThCS BHUABI KaK CO CPEIOBBIM, TaK U C TEHETUYECKUM MEXaHH3MOM
OTpeieICHHs 10J1a, B TOM YHUCJIE U C MOJIOBBIMU XpoMocoMaMu cucteM XX/IXY u ZZIZW
(Capel 2017). V BuIOB C XpOMOCOMHBIM OIPEICICHUEM II0ja MOTYT OBITh Kak

roMoMOp(HbIE TOJIOBbIE XPOMOCOMBI, HE OTJIMYUMBIE MOP(HOJIOTHYECKH APYT OT Apyra,
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TaK ¥ TeTepoMOp(HBIC TIOJIOBBIE XPOMOCOMBI, UMEIOIINE BBIPAXKEHHBIC MOP(POJIOTHIESCKHE
otianuust. Kpome Toro, y mOMKHUIOTEpPMHBIX TO3BOHOYHBIX YaCTO HAOTIOJAOTCS IEPEX0IbI
OT OAHOM cucTembl ompexaenacHus mnoja k apyroi (Pennell et al. 2018). ITogoGHoe
pa3HoOOpa3We CHUCTEM OmpeAeiieHHs] Tojia JellaeT XOJOAHOKPOBHBIX >KMBOTHBIX
yIOOHBIMH O0BEKTAMU JIJISI H3YUYCHHSI SBOJIIOIIMU TTOJIOBBIX XPOMOCOM.

OnnuMu 13 HamboJiee MEePCHEeKTUBHBIX OOBEKTOB Il MCCIEAOBaHUS MPOIECCOB
(bopMHUpPOBaHUSI M TTOCIICTYIOMIEH BOTIOIMH ITOJIOBBIX XPOMOCOM SIBIISTFOTCS PETITUIINH U3
orpsaa YemyituaTeie (Squamata), KoTopble 0 CHX TOP OCTAIOTCSA MajJOU3y4YCHHBIMH Kak
Ha TCHOMHOM, TaK M Ha IUTOTCHETHYECKOM YpoBHE. [laHHBIE cO COOpKamMH T€HOMOB
XPOMOCOMHOT'O YPOBHSI JIOCTYIHBI JUIS OTHOCHUTEIBHO HEOOJBIIOr0 YHCIa BHUJIOB;
OOJIBITMHCTBO T'CHOMHBIX TIPOCKTOB OCTaHABJIMBAaeTCA Ha ypoBHe ckaddonmon
3HAYHUTENILHO MEHBIIIHX 110 pa3Mepy, yeM xpomocomsl (Pinto et al. 2023).

Wudpaorpsaasl  uryanoodOpasueie (lguania) wm rekkonooOpaszueie (Gekkota)
SIBIISTIOTCSL OJTHUMHU W3 CaMBbIX MHOTOYHMCICHHBIX TaKCOHOB Cpeau dYeuryhdarbix. Jljis
UryanooOpasubpix u3 Kiaasl Pleurodonta, ommcaHbl IMOJOBBIE XPOMOCOMBI CHCTEMBI
XX/XY, KoTOpble 4acTO BOBJIEKAIOTCSI B XpOMOCOMHBIe mepectpoiiku (Giovannotti et al.
2017, Altmanova et al. 2018), B To Bpemst Kak cpenu mpeacraButeneil kinaasr Acrodonta
BCTPEYAIOTCS BUJIBI KaK CO CPEIOBBIM, TaK U TEHETHYECKUM ompeaeieHuemM nosa (Ezaz et
al. 2005, Nielsen et al. 2018, Rovatsos et al. 2019b). /15 rekKOHOOOpa3HBIX XapaKTEPHO
pa3HooOpa3ue CUCTEM OMpeeicHHs Moja: B KPYIMHBIX CEMEHCTBAX MOT'YT BCTPEUYaThCS
BUJbl KaK C CHCTEMaMH TIOJOBBIX XpoMocoM XX/XY, ZZ/ZW, Tak u BHIbI C
TOMOMOP(HBIMH TOJOBBIMH XPOMOCOMAaMH HJIH TEMIICPATYPO3aBUCHMBIM OIPEICICHUEM
nona (Gamble 2010). Jlns maHHOW pabOTHI B KadyeCTBE MOCIBHBIX OOBEKTOB OBLIM
BbIOpaHBI JBa BHJa WIyaHOOOpas3HbIX (3a00OpHas MalaxuToBas wWryana, Sceloporus
malachiticus, Iguanidae, wu iiemenckuii xamenecon, Chamaeleo calyptratus,
Chamaeleonidae) u aBa Buma TreKKOHOOOpa3HbIX (IOKATAHCKHUU IOJIOCATHIH TEKKOH,
Coleonyx elegans, u rienTpansHoamMepuKaHckuii rekkon, C. mitratus, Eublepharidae).

M3ydyeHne TEHETHYECKOr0 COCTaBa IIOJIOBBIX XPOMOCOM C TOCJCIYHOIIUM
CPaBHUTEJIBHBIM aHAJIM30M I[O3BOJIET OIPEACIUTh OCHOBHBIE 3aKOHOMEPHOCTH HX
sBomonnu. Hanbonee 3¢dexkTuBHBIE MOAXOABI MCCICAOBAHUS TE€HETHUYECKOTO COCTaBa
MOJIOBBIX XPOMOCOM 0Oa3HpYIOTCSI Ha COYETAHHH I[UTOTCHETHYCCKUX METOIMK C

ononHpopmaTnyeckuM aHanmzoMm mnocienoBarenbHocteir JJHK (Deakin et al. 2019).
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[ToaTomy asist iccleJOBaHMSI CHHTEHHBIX TPYIIT, BOBJICYCHHBIX B JOPMUPOBAHUE TIOJIOBBIX
XpoMocoM, MbI ucnoas3oBanmu merox ChromSeq (Single Chromosome Sequencing),
ocHOBaHHBbIN Ha cekBeHupoBanuu JIHK-OuOnmorex, crnenmuduuHbIX Ui OTACIBHBIX
XpOMOCOM, € TIOCJIEAYIOIIMM BBIPABHUBAaHUEM IIOCIIEIOBATEIBHOCTE HA TE€HOMBI
pedepencubix BumoB (lannucci et al. 2021). Jlng OIEHKH CTemeHH OOOTaICHHUS
BBIPOK/IAIOIINXCS TOMOJIOTOB TaHJIEMHBIMH TOBTOPAaMU MbI CEKBEHHUPOBAJIA T€HOMHYIO
JIHK wucciaemyeMbIX BHIIOB, BBIICIWIA W3 TMOJYYEHHBIX NPOYTEHHM Haubolee
pacrnpoCcTpaHEeHHbIE B TEHOMAaX nociienoBareabHocT cateuTHor [JHK n nokanuzoBanu

HX Ha MeTa(baSHI)IX XpoMOCOMaAx.

Heﬂl/l H 3aJ1a4i UCCJICTOBAHUA

Lenb0 HACTOSINIETO WCCIENOBAHUS SIBISETCS BBISIBICHHE 3aKOHOMEPHOCTEH
IBOJIIOIUH TTOJIOBBIX XPOMOCOM Y HTYaHOOOOPa3HBIX M T€KKOHOOOPA3HBIX C TTOMOIIBIO
KOMIIJIEKCHOTO UCTIOJIb30BAHUS MOJIEKYJISIPHO-ITUTOTEHETHIECKIX u
OMOUH(POPMATHUECKUX TTOJIXO/I0B.

JJist TOCTUXKEHUS TOCTABJICHHOM 11eJIM OBLITU TTOCTABIICHBI CIEAYIOIINE 3aAau:

1) C momoIp0 MPOTOYHOW COPTHUPOBKH XPOMOCOM TOJYUYUTH CHEU(DUUHBIC

JIHK-610nmoTeKn MOJIOBBIX XPOMOCOM JUIsl 3a00pHOM ManaxWTOBOM UIyaHBI

(Sceloporus malachiticus), i#emenckoro xameneona (Chamaeleo calyptratus),

I0KaTaHCKOro moJiocatoro rekkona (Coleonyx elegans) u cekBeHUpoOBaTh UX;

2) WneHTudunmupoBats IMOJOBBIE XPOMOCOMBI B TE€HOME HEMEHCKOTO

xameneona (C. calyptratus) ¢ momormsio ITL[P-accormupoBaHHOTO KapTHPOBAHHUS

Y -cienupuIHBIX MapKEPOB;

3) [TocpenctBoMm  OHOMH(GOPMATHYECKOTO  aHANM3a  BBISIBUTH  PailOHBI

TOMOJIOTHH MEXIY TOJOBBIMH XPOMOCOMaMH HCCIIEAYEMBIX BHIOB U TEHOMaMHU

pedepeHCHBIX BHIOB (CeBepOaMEpHKAHCKHI KpacHOropublid aHoimc, Anolis

carolinensis, u np.) [UIs ONpEICICHHUS CHHTEHHBIX TPYII, BOBJCUCHHBIX B

(bopMupOBaHHE MOJIOBBIX XPOMOCOM;

4) C mnomompro OHOMHPOPMATHYECKUX W IUTOTCHETHYECKUX ITOAXOJIOB

uccunenosarth coaepxkanue careumtHon JJHK B rerepoxpomaTuHOBBIX paiioHax

MOJIOBBIX XPOMOCOM y 3abopHOi MamaxuroBoii wuryanel (S. malachiticus),



10

riemenckoro xameneona (C. calyptratus) u neHTpasbHOAMEPUKAHCKOTO T'eKKOHA

(Coleonyx mitratus).

Haquaﬂ HOBHM3HAa

HccnemoBaH TeHETHYECKUH COCTaB  TOJIOBBIX XPOMOCOM  YeThIPEX BH/IOB
yemyiyaTeix. OnpeneseHbl CHHTEHHBIC IPYIIbl TCHOB, BOBJICYCHHBIC B ()OPMHPOBAHHE
IOJIOBBIX XPOMOCOM y 3abopHoii MajaxutoBoii mryansl (Sceloporus malachiticus),
riemenckoro xameneona (Chamaeleo calyptratus), rokaTaHCkoro mojaocaToro reKkKoHa
(Coleonyx elegans) u uentpampHOoamepukanckoro rexkkona (C. mitratus). Brepssie
orpejesicHa TpeanojiaracMas mapa roMOMOPGHBIX TOJIOBBIX XPOMOCOM HEMEHCKOTO
xameneoHa. B reHomax 3a0opHOI ManaxuTOBOM HI'yaHbl, MEMEHCKOTO XamelleoHa U
[ICHTPAIbHOAMEPHKAHCKOT'O TeKKOHA BITIEPBBIC BBISIBIICHBI ITOCIICIOBATEILHOCTH Hanboiee
pacnpoctpanenHon caremutHorM JIHK, ompenenena mx XpoMocoMmHas JIOKalW3alHus,
UICHTH()UIIUPOBAHBI TIOBTOPBI, KOTOPBIC SIBISIOTCS CHCHHU(PUYHBIME JUISL  TTOJIOBBIX

XPOMOCOM.

HayuHo-npakTuyeckasi HIeHHOCTh

[TonydyeHHbIe pe3yNbTaThl PAcIIUPSIOT (YyHIaMEHTalIbHbIE 3HAHUS O CTPYKType
MOJIOBBIX XPOMOCOM Yy 4YeIlyHuaThiX, B TOM 4YHCJ€ 00 MX TI'€HETUYECKOM COCTaBe U
npeoOpa3oBaHUAX B X0/I€ IBOTIOIMUA. HeKoTophie 13 MOCIe10BaTeIbHOCTEH CaTeIITUTHOM
JIHK, onucanHbie B JTaHHOM paboTe, MOTYT OBITh HUCIIOJIb30BAaHbI B KAUECTBE MapKEPOB /ISt
UICHTU(UKALMU OTACIBHBIX Tap XpoMmocoM. Pe3ynbrarel paboThl MOTYT OBITH

HUCIIOJBb30BaHbI IJId C60pKI/I WA YTOUYHCHUA CGOpKI/I T'€HOMOB HCCJIICIOBAaHHBIX BUJOB.

OcHoBHBIE IMOJI0KCHU A, BBIHOCUMbIC HA 3alIIUTYy

1. CunTeHHbBIE TPYNIBI TEHOB, (POPMUPYIOIINE MOJIOBbIE XPOMOCOMBI Y PENITHINMI —
3abopHOi ManaxuToBod wuryanbl (Sceloporus malachiticus, Iguanidae), ¥iemenckoro
xamencona (Chamaeleo calyptratus, Chamaeleonidae), rokaTaHCKOro MOJI0CaTOr0 M
IeHTpaibHOaMepuKkaHnckoro rekkoHos (Coleonyx elegans u C. mitratus, Eublepharidae),
qaCTO BCTPECHAIOTCA B COCTABC ITOJOBBIX XpOMOCOM Y MHOTHUX BHUIOB qemyﬁanI)IX, 4qToO
CBHUACTCIBCTBYCT O KOHBCPI'CHTHOM HCIIOJIB30BAHHWU OJJTHUX U TCX JKC I'PYIII CHCIIJICHUA B

9BOJJIIOIMKU HUX IMOJIOBBIX XPOMOCOM.
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2. [Iponecc reTepoxpoMaTHHHA3ALUH MOJIOBBIX XpOMOCOM y Uryansl S. malachiticus
u rexkkona C. mitratus compoBoXKAaeTCs HAKOIUIGHHMEM pPa3IMYHBIX CATEJUTUTHBIX
NOCJICZIOBATEIFHOCTEH, ~ 3HAYUTEIbHAas  YacTh  KOTOPBIX  HMEET  ayTOCOMHOE

IMPOUCXOXKIACHUC.

JInuublii BKJIaJ aBTOpa

ABTOp BBHITIOJIHIJIA OOJIBIIYIO YacTh SKCIEPUMEHTAIBHBIX palbOT, BKIIOUYAIOIIYIO
MOJIy4YeHUE U KYJIbTUBHUPOBAHHE KJIETOUHBIX KYJIbTYp, HPUTOTOBIEHUE CYCHEH3UI
(bUKCUpOBaHHBIX MeTaa3HbIX KJICTOK W ITMTOJOTMYECKUX IIperapaToB MeTadaszHbIX
XpOMOCOM;  TOJy4YeHHe  30HAOB  Xpomocomocneruduunpix  JIHK-Oubamotek,
nocaeaoBarenbHocTeir caremutHor JIHK m ux mokamusamuio ¢ momompio FISH;
Beifienieane J|HK u3 TkaHel u KIIeTOYHBIX KyJIbTYp. ABTOp MpoBejia MUKPOCKOITHMYECKHUI
aHajgu3 M300paKEHUM XPOMOCOM, TMOJYUYECHHBIX C TOMOINBIO (PIIyopecieHTHOTO
MHKPOCKOITa, OCYIIIECTBHIa 00pabOTKY W aHAIU3 IUTOTCHETHYCCKUX JTAHHBIX, a TaKXKe
MpUHUMAaJIa TpsSMOe ydacThe B OMOMH(OPMATHYECKOM aHalu3e. ABTOp IpUHUMAla
HEIMOCPEJACTBEHHOE yYacTHE B IIOATOTOBKE MAaTEpHUAIOB M HAMHMCAHWHM OTACIIBHBIX
pa3JIeNioB CTaTel MPO MOJIOBBIC XPOMOCOMBI 3a00PHOI HTyaHbI M TeKKOHOB poja Coleonyx,
a TaKXe CaMOCTOATENbHO MOJrOTOBHJIA MAaHYCKPUIIT CTAaThU O TOJIOBBIX XPOMOCOMAax

HUEMEHCKOr'0 XaMeJIeoHa.

CreneHb 10CTOBEPHOCTH M anpodanus pe3yabTaToOB

JIOCTOBEPHOCTh  PE3YJIbTATOB TMOATBEPXKAAETCS JIOTUYECKUM OOOCHOBAaHHEM
BBIBOJIOB M COIVIACOBAHHOCTBIO PpE3yJbTaTOB JAaHHOM pabOThl C pe3ysbTaTaMu,
NOJYYSHHBIMH JPYTUMU rpynnamMu. Pe3ynbraTel paboThl IpeCTaBIEHbI M 00CYKICHbI Ha
XVIII Beepoccuiickoil MOI0/I€KHOM MIKOJE-KOH(PEPEHIIMH 10 aKTyalbHBIM MpolieMam
xumun  u  Ouonormm (BmammBoctox, 2021), Il Bcepoccuiickoit koHpepeHIUH
«BpIcokonpon3BouTEIbHOE CeKBeHUpoBanue B reHomuke» (HoBocubupck, 2022), 13-ii
MexnayHapogHoit mynbpTuKoH(pepenuun «buonmndopmatuka I'enomuoit Perynsmuum u

CrpyxkrypHoii/Cuctemuoit buonorum» (HoBocubupck, 2022).
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Myoaukanuu

Marepuan auccepTaliiy TPEACTaBICH B TpeX MyOIUKAMHMAX B 3apyOeKHBIX
pELIEH3UPYEMBIX JKypHAJIaX, BXOJSIIUX B MEXIyHapoaHble 0a3pl mutupoBanus (WoS,
Scopus):

1. Lisachov A. P., Tishakova K. V., Romanenko S. A., Molodtseva A. S., Prokopov
D. Y., Pereira J. C., Ferguson-Smith M. A., Borodin P. M., Trifonov V. A. Whole-
chromosome fusions in the karyotype evolution of Sceloporus (Iguania, Reptilia) are more
frequent in sex chromosomes than autosomes. // Philosophical Transactions of the Royal
Society B. —2021. — T. 376. — Ne 1833. — C. 20200099.

2. Tishakova K. V., Prokopov D. Y., Davletshina G. I., Rumyantsev A. V., O’Brien
P. C., Ferguson-Smith M. A., Giovannotti M., Lisachov A. P., Trifonov, V. A.
Identification of Iguania Ancestral Syntenic Blocks and Putative Sex Chromosomes in the
Veiled Chameleon (Chamaeleo calyptratus, Chamaeleonidae, Iguania). // International
Journal of Molecular Sciences. — 2022. — T. 23. — Ne24. — C. 15838.

3. Lisachov A., Tishakova, K., Romanenko S., Lisachova L., Davletshina G.,
Prokopov D., Kratochvil L., O’Brien P., Ferguson-Smith M., Borodin P., Trifonov V.
Robertsonian fusion triggers recombination suppression on sex chromosomes in Coleonyx
geckos. // Scientific Reports. —2023. —T. 13. —-Ne 1. — C. 15502,

CtpykTypa n 00bemM padboThl

JluccepTanusi COCTOMT U3 BBEACHUSA, 0030pa TUTEpaTyphl, MAaTEpPUAIIOB U METOJIOB,
pe3yabTaToB, OOCYKICHHS, BBIBOJOB W CIIMCKAa HCIOJb30BaHHOW muteparypbl (190
ccpiok). OOmmit o6bem coctaBiser 123 cTpaHuIbl MAaIIMHOMMCHOIO TEKCTA.

[Ipencrasneno 16 pucynkos, 11 tabmuil u 3 npuIoKeHuUs.

baaropapunocTu

ABTOp HCKpEHHE MpHU3HATEJeH HaydHOMY pykoBoautemo B. A. Tpudonoy 3a
PYKOBOJCTBO M BCECTOpOHHIOIO mnomouls; M. JIxoBanHortu u JI. C. JlucaueBoil 3a
NPeJOCTaBICHHBIX XKUBOTHBIX, C. A. PomaneHko 3a momouis B paboTe ¢ KJIETOYHBIMU
KyaeTypamu, M. ®epriocon-Cmuty u [Ix. Ilepeiipa 3a mpoBeneHHE XPOMOCOMHOTO
coprunra, A. C. Monoauesoit u I'. M. [laBneTmmnoit 3a noaroroBky JIHK-6ubnuorex k

cekBenupoBanuto, [1. FO. IIpokonoBy, A. II. JlucaueBy, A. B. PymsaH1eBy 3a nmoMouip B
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OnOMH(POPMATUIECKOM aHAIIN3E, a TAK)KE KOJUIEKTHBY OT/ENa Pa3HOOOPA3Hs U HBOIIOLUU
T€HOMOB 32 TEXHUYECKYIO ¥ MOPATIBHYIO TOAJIEPKKY.

Pabota mpoBoaunace Ha 6a3e 1abopaTOpUM CpaBHUTENBbHON reHoMuku MHcTruTyTa
MOJIEKYIIIpHO# 1 kieTouHoi 6ronoruu CO PAH u Ha pa3HbIX 3Tanax Obuta mojaepkaHa
rpantoM POOU 19-54-26017 u rpantamm MunuctepctBa obpa3oBanus u Hayku PO

FSUS-2020-0040, FSUS-2024-0018.
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1. OB30P JIMTEPATYPbI

1.1. Pa3nooOpa3ue cucTeM OIpe/eeHHs M0JIa

[TonoBoe pa3MHOXKEHHUE IMUPOKO PACHPOCTPAHEHO CPEeIu dYKapuoT. briaromaps
HOACP/KAHUIO TEHETHYECKOTO Pa3sHOOOpasus W OYHUIICHUIO MOMYJISAIMHA OT MyTamui ¢
HEraTHBHBIM 3()(HEKTOM OHO MOTYYHIIO SBOTIOMMOHHOE MPEUMYIIECTBO 110 CPABHEHHIO C
oecronsiM pazmHoxkerreM (Crow 1994).

Cpenn pasiuyHbIX (DUIOTCHETHYECKUX JIMHUN IMO3BOHOYHBIX HAOJIOIACTCs

yAMBUTENIbHOE pa3HOOOpa3ue cucteM onpenenenus noia (Puc.1).

Mammalia A
Aves A

] [ Crocodilia .
Testudines A Y | ]
Rhynchocephalia .
Squamata “ 4 W
Amphibia W 4 B
«Pisces» A Y | ]

4[‘}0 360 2[‘)0 1[‘}0 [‘)
B o zz/7w B coenosoe onpesenetine nona

. MHOeCTBeHHble XX/XY . MHO:KecTBeHHble ZZ/7ZW . CmellaHHoe onpegeneHune nona

Pucynox 1. YmpoueHHass cxema pa3HOOOpa3Hsi CUCTEM OIpENeNICHUs Iojia Y
ITIO3BOHOYHBIX KUBOTHBIX. DUIIOreHETHYECKOE APEBO IMOKA3bIBAECT CUCTEMBI OIIPEICIICHUS
noJia, oOHapy>KeHHbIE Yy MpeACTaBUTENeH COOTBETCTBYIOMIEH Kiabl. ['pynmna peIObl B3siTa

B KaBBIYKH Kak mapaduinerndeckuii Takcon. Cxema amantuposana u3 Capel 2017.

TpaauiuOHHO BBIIEISIOT ABa OCHOBHBIX MEXaHH3Ma OIPEIC/ICHHS TT0JIa: CPEAOBOE
(environmental sex determination, ESD) u reneruyeckoe (genetic sex determination,
GSD) (Bull 1983). IIpu ESD moxn ocobu ompeaensieTcss MOCPEICTBOM BO3JIEHCTBHS
BHEUIHUX (pAKTOPOB HA pa3BUBAIONIMICS opraHu3M. Hampumep, conuanbHbie (akTopbl
MOTYT U3MEHHUThH YK€ CIOKHBIIHICS peHoTun y kopamioBsix peid (Todd et al. 2019), a

SHAOIIAPA3UThl HCKOTOPBIX HACCKOMBIX CITOCOOHBI SJIMMHUHUPOBATH CaMIOB U3
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HOMYJISIHY, yOuBask MX HA CTaIUH 3apojbiiia wiu Tpancopmupys B camok (Negri et al.
2006, Sheeley and Mcallister 2009). Haunbosee pacpocTpaHEeHHBIM CPEIOBBIM (PaKTOPOM,
BITUSIIOIIIUM Ha OTIPEJICIICHHE TI0J1a, SIBJIICTCS TEMIIEPATypa OKPYKAIOIMIEH CpeIbl, TOATOMY
€ro 4acTO BBIACISAIOT B OTAEIbHBIM MexaHusm — 1SD (temperature-dependent sex
determination). TSD Bamsier Ha ompenelieHHe TMOJa y KPOKOIHJIOB, HEKOTOPBIX
Jemryivateix, yepenax u peio (Merchant-Larios and Diaz-Hernandez 2013). HenaBuue
UCCIICZIOBAHUS TIO3BOJIMIIN ONPE/ICIIUTh TEeHETHUECKUE MEXaHU3MBbI, M B YaCTHOCTH, POJIb
rera Kdm6b, korurponupytromnme TSD y kpacHOyx0# ipecHOBOIHOM yepermaxu (Trachemys
scripta elegans) u muccucunckoro ammuratopa (Alligator mississippiensis) (Ge et al. 2018,
Toyota et al. 2023).

TSD mmpoko pacmpoCTpaHEHO B TEX JHHHIX ITO3BOHOYHBIX, JII KOTOPBIX
pa3IMYHbBIC YCIOBUS CPEbl OKA3bIBAIOT PA3HOE BIMSHHUE HA TPUCITOCOOTICHHOCTh CaMIIOB
u camok (Bachtrog et al. 2014). B HenpeackasyemblXx WIH, Ha000pPOT, CIHIIKOM
CTaOMIBHBIX yclIOBHsIX, ESD MoXeT mpuBoaUTh K aucOaJaHCy COOTHOIICHHS TIOJIOB U
TIOSIBJICHHIO 0CO0EH, MMEIONUX MPU3HAKK 00omMX MoJoB. B momoOHbBIX ycmoBusx GSD
saBisieTcss Oojee BBITOJAHBIM 110 cpaBHeHHIO co ESD, mockonbky oOecnieunBaet
OTHOCHUTEIBHO cTabMIbHOE cooTHomIeHue mosos (Bull 1983).

B pamkax GSD pa3nuuaiOT MOHOTCHHOE M TIOJUTEHHOE OMpeesieHue mojia. B
cilydae, KOTJla HECKOJIBKO JIOKYCOB WJIM aJUIeJICH, pacIioyiararoiuxcs Ha pa3HbIX Mapax
XpPOMOCOM, BIIMSIOT Ha OTPECIICHUE T0JIa, TOBOPST O MOJUTCHHOM OINPEICICHUH T0JIa
(polygenic sex determination, PSD) (Moore and Roberts 2013). ITonureHHbIE CHCTEMBI
BO3HUKAIOT HA OCHOBE MOJU(DUKAIMH Y)KE UMEIOIINUXCS MOJIOBBIX XPOMOCOM C TIOMOIIIBIO
CO3JIaHUs TpeTheH (YHKIMOHAIBHONW TIOJIOBOH XPOMOCOMBI, KaK 3TO IPOHU3O0IILIO,
Hanpumep, y adppukanckux nuxiaug (Metriaclima pyrsonotus) (Ser et al. 2010); mu6o npu
MOJTU(PUKAIIUU ayTOCOMHBIX JIOKYCOB, HAaXOJSIIUXCS B Pa3HbIX y4acTKax IeHOMaA, Kak,
Harnpumep, y moiocaroro ganuo (Danio rerio) (Liew et al. 2012).

[Ipy MOHOTEHHOM OIpEACNICHUH TI0ja TOJIBKO OJWH JIOKYC OTBEYaeT 3a
ompezenenue mojna. [lapa xpomocoMm, HecyImiasi ONMPEACNSIONIMA TOJ JIOKYC, SBISETCS
10JIOBOW. MOHOTCHHOE OIpeAe/iCHUE Mojia OMUCAHO Y MHOTHX BHJOB C I€HETUYCCKUM
ompesieJiCHHeM Toja. B 3aBHCHMOCTH OT TOTO, KaKOH IMOJ SIBJISICTCS T'€TEPOraMETHBIM,
BBIJICJISIFOT JIB€ CHCTEMBI MOJOBBIX XpoMocoMm: XX/XY u ZZ/ZW. Y BHIOB C cHCTEMOMH

XXIXY rereporameTHbIM T0JI0M siBIIsitoTCs camitbl (XY), a camMku — romoraMeTHbIM (X X).
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Takast cucreMa TOJOBBIX XPOMOCOM XapakKTepHa JjIsi OOJIBIIMHCTBA MJICKOIHUTAIOIIHX,
HEKOTOPBIX PENTUIMHA U PbIO. Y BHIOB C CHCTEMOM MOJIOBBIX XpoMocoM ZZ/ZW camku
(ZW) sBnsioTcss reTeporaMeTHBIM IoJioM, a camibl (ZZ) — romorameTHbIM. Cpeau
MO3BOHOYHBIX 3Ta CHUCTEMa OIMCaHa Yy BCEX MTHI], OOJBIITMHCTBA 3MeH, HEKOTOPBIX
smepun, ambuouit u pei6 (Ezaz et al. 2006).

CornacHo KJIacCHYeCKOW TEOPUH IBOIIOIIH, ITOJIOBBIE XPOMOCOMBI (POPMUPYIOTCS
Ha OCHOBE ayTOCOMHOU IMapbl, B KOTOPOW OJMH U3 TOMOJIOTOB MPUOOPEI ONPeIeISIFOIIHIA
noa jokyc (Bull 1983, Charlesworth 1991). B xoxe nanpHeifieii 3BOJIOIMH PSIIOM C
JOKYCOM, OMNpPEACTSAIONIMM TII0JI, ITOCTCIIEHHO HAKaIIMBAIOTCS TEHBI, KOTOpBIC
o0ecreunBarOT CHeU(PUIHBIC UIS JAaHHOTO TMojia (YHKIIMH W OKa3bIBAIOT HETaTUBHOE
BJIUSHUE Ha MPHUCIOCOOJICHHOCTh MpoTHBOMONIokHOro mnoja (Bergero and Charlesworth
2009). Hns toro, 4roObl COXPAHHUTH CO3AAHHYIO TPYIITY CICIUICHUS, PCKOMOHMHAIHS B
ITOM pailoHe MOJABISAETCS, YTO MPUBOIUT K AETPAJAIlMH OJHOTO M3 TOMOJOTOB IyTEM
BBIPO’KJICHHSI TCHOB M HAKOTUICHHSI TOBTOPSIOIIUXCS TIOCIICI0BATEeIbHOCTEH. B pe3ynbTare
GOpMUPYIOTCS  pa3IUyusi MEXAY MOJIOBBIMH XpoMocomamu (rerepoMopdusm), a
BBIPO’KJICHHBIN TOMOJIOT BITOCIICCTBHHA MOKET 3JIMMHHHPOBAThCs M3 reHoma (Vicoso et
al. 2013, Cortez et al. 2014).

OCHOBHBIC TIOJIOKCHUSI KJIACCUYECKOH TEOpHH OBLIM CHOPMYITHUPOBAHBI  C
UCTIOJIb30BAHMEM JAaHHBIX, T[IOJYYEHHBIX Ha MOJCIBHBIX opranusmax. OHaKo
pacimpeHre CBEeJICHU O pa3HOOOPa3HH MOJOBBIX XPOMOCOM, CTETICHU WX JETPagaliy 1
IBOJIIOIUN Y HEMOJICIBbHBIX OPTaHU3MOB TOIIATHYJIO OCHOBBI KJIACCHYCCKOW TCOPUH U
CrocOoOCTBOBAJIO TIOSBIICHUIO HAYYHBIX TPY/AOB, JOMOJTHSIONIMX CTAPYIO0 TEOPUIO0 HOBBIMU
JaHHBIMM, JIMOO Mpeajaraminux ajabTepHaTHBHBIe THroTedbl (Furman et al. 2020,
Charlesworth 2021, Kratochvil et al. 2021a, 2021b).

B 00630pe nurepaTypsl OyayT moapoOHO pacCMOTpPEHBbI HauOoJiee M3BECTHHIE HA
TEKYIIHHA MOMEHT THIIOTE3bl M OJKCIIEPHUMEHTAJbHBIC JaHHBIE O TOM, YTO SBJISIETCS
HUCTOYHUKOM FeHETHYCCKOTO MaTepHaa JJis MOJIOBBIX XpPOMOCOM, KAKHE T€HbI MOT'YT OBITh
KaHJUJaTaMH Ha POJIb OINPEICIUTEICH Mojia, KaK MPOUCXOIHUT JeTrpalalis MOJIOBBIX
xpomocoMm. Kpome Toro, OyAayT omucaHbl OCHOBHBIE METOIBl HW3YyYEHUS TIOJOBBIX
XPOMOCOM M TOKa3aHO, IMOYEeMYy PENTHIINU SABJISIOTCS yIOOHOW MOMACIBIO JUIS U3YYCHHUS

9BOJIIOIHUH ITOJIOBBIX XPOMOCOM Yy IMMO3BOHOYHBIX KNMBOTHBIX.
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1.2.  CocTaB noJ0BbIX XpPOMOCOM

B pa3nauuHbIX JMHHUSAX TO3BOHOYHBIX pa3Hble Mapbl ayTOCOM MOTYT OBITh
BOBJICUCHBI B (popMHUpoBaHHE MOJIOBBIX XpomocoM (Graves 2016). CpaBHUTEIbHBIN
aHaN3 TEHETHYECKOTO COCTaBa IMOJIOBBIX XPOMOCOM Y Pa3HbIX BHIOB MO3BOHOYHBIX B
OOJBIIMHCTBE CBOEM TMOATBEpPXKAAET JAaHHyl0 Teoputo. Hampumep, X-xpomocoma
TUTALIEHTAPHBIX MJIEKOTHUTAIONIUX OPTOJIOTHYHA KOPOTKOMY IIEHY ayTOCOMBI 4 M y4acTKy
ayrocombl 1 Kypuibl, a Z-XpoMocoMa MTHUIl OPTOJIOTMYHA Y4YacTKaM ayTocoM 5 u 9
gyenoeka (Marshall Graves and Shetty 2000, Nanda et al. 2000). Z-xpomocoma 3mei
OpPTOJIOTMYHA YYaCTKy XPOMOCOMBI 2 KYpHIIbI, a Z-XpOMOCOMa ITHIl OPTOJOTUYHA P-
ey xpomocoMsr 2 3meit (Matsubara et al. 2006).

[TomrMo ayTOCOM, NCTOYHHKAMH T€HETHYECKOTO MaTepuaia Jisi (OpMUPOBaHUS
MOJIOBBIX XPOMOCOM MOTYT OBITh J100aBOUHBIE XpoMocoMbI (B-xpomocomsl). Heckonbko
CIIy4aeB MPOMCXOXKACHUS TOJOBBIX XPOMOCOM M3 B-XpoMOCOM OmHMCaHbl y HACEKOMBIX
(Camacho et al. 2011). Cpeau mo3BOHOYHBIX BBISBICHO HECKOJIBKO TOJOOHBIX CIIyYacB y
pe10 u ampubwmii. Tak, y muxmua (Metriaclima pyrsonotus) ozepa ManaBu yxe HMEIOTCS
MOJIOBBIE XpOoMOCOMBbI cucTeMbl XX/XY, a equHCTBeHHas: B-xpoMocoMa BBICTyMaeT Kak
yHuBaneHTHas W-xpoMocoma, KoTopasi SHUCTaTHYECKH JOMUHUPYET Haj Y -XPOMOCOMOM.
B pesynbrare ocodu ¢ reHorunamu XY-WO0, XX-W0 u XX-00 6ynyT pa3BuBaThCs Kak
camku (Clark and Kocher 2019). IToxosxwuii BapuaHT (OPMUPOBAHUS MTOJIOBOK XPOMOCOMBI
u3 7100aBOYHOMW omucaH y HoBo3enaHiackux Jsrymek (Leiopelma hochstetteri), resorun
camioB kotopeix 00, a camox OW. Ilpennomnaraercsi, yro yHuBanentHas W-xpomocoma
NPOM30IIa B pe3ysbTaTe NpuoOpeTeHus: B-XpomocoMoil (GeMHUHH3UPYIOMIETO T'eHa-
onpenenurens mona (Green et al. 1993). B to e Bpems y nemepHbIx poi0o (Astyanax
mexicanus), y KOTOPBIX MOJOBbIE XPOMOCOMBI He OOHApy>KEHbI, HAIMYKE B TeHOME B-
XPOMOCOMBI CIIOCOOCTBYET Pa3BUTHIO SMOPHOHOB ¢ MyKckuM (eHoturnom (Imarazene et
al. 2021).

MHorre TaKCOHBI TO3BOHOYHBIX — MIICKOTIMTAIONINE, 3MEW U MTHIBL, —
XapaKkTepU3yITCsl CTAOMIBHBIMU U KOHCEPBATUBHBIMH MOJIOBBIMU XpoMocoMaMu. OHAKO
y HEKOTOPBIX PENTHIINH, 36MHOBOTHBIX U PHIO OTICAHBI YaCThIC TIEPEXOIBI OT OJTHOU Maphl
XpOMOCOM, 3aJICMCTBOBAHHOW B OIpEIENICHUM IMoja, K Apyrod. Hepeako mpu cmene
MIOJIOBBIX XPOMOCOM MPOUCXOUT U cMeHa cucteM ¢ XY Ha ZW u Hao6opot (Pennell et al.

2018).
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CMeHa TOJIOBBIX XpPOMOCOM HAYMHAETCA C BO3HUKHOBEHHMS HOBBIX JIOKYCOB,
OTpEENAIONINX I0J, B HOBBIX MeCTaX TeHoMa. YacTo HOBBIM JIOKYC OKa3bIBaeT
MOJIOXKUTENBHBIM 3P(PEeKT Ha NPUCHOCOOIEHHOCTh OCOOEH, YTO CIOCOOCTBYET €ro
PacIpoOCTPaHEHUIO B MOMYJISALUU U 3aMEIIeHnI0 (GYHKIUN cTaporo Jiokyca. B pesynbrare
MCXOJIHAs Tapa MOJIOBBIX XPOMOCOM BO3BPAIIAETCS B ayTOCOMHOE cocTostHue. [lepexo s
O0COOCHHO BEpOATHHI TMPH HAJIHMYUHM TOMOMO(HBIX IMOJOBBIX XPOMOCOM, KOTna
TeHETUYECKUE PA3THUUs MEXITy TOMOJIOTaMH €llie He BhIpaxkeHbl U komOuHaruu WW nnu
YY He sBnstotcs JietanbHbiME (Bachtrog et al. 2014).

JlJis M3MEHEHUsSI CUCTEMBI OMPENENICHUs I0Jla CMEHAa XPOMOCOMHOW Mapbl He
SBIISIETCSI 00sI3aTENbHBIM yCIIOBHEM. Hampumep, y IBYX BHIOB JIATYIICK M TEIMIHN
orucana cMeHa cucteMbl XX/XY Ha ZZ/Z\W B pamkax OJHOW U TOM K€ Mapbl XpOMOCOM
(Volff and Schartl 2001, Miura et al. 2012, Miura 2018). ¥V pwi0 poma Takifugu
3ahuKCUpOBaHa CMEHA JIOKYCa, OTPEICIISIONIETO MOJ ¥ Hecyliero reH Amhr2, va apyrow,
paCTOJIOKEHHBI HAa MPOTHUBOIIOJIOKHOM OT MPEABIAYIIEro JOKyca KOHIIE TOM Ke
xpomocomsbl (leda et al. 2018). HaubGonee sk30THYECCKHIA CIy4ail OMHCAH y TYIIH, JJIS
KOTOPBIX, MO BCEH BUIUMOCTH, Ha CMEHY JerpaaupoBaBiiel Y-XpoMOCcOMe MpuIuia X-
xpomocoma (Charlesworth et al. 2021). ABTopsl gaHHOW PabOTHI MPEAIIONArAIOT, YTO
HEYTO TOJ00HOE MpoM30nuIo co cienymonkamu pona Ellobius, Hexotopbie Bumbl
KOTOPBIX YTPATHIH PEKOBYIO Y-XpOMOCOMY, U TEMeph 00a Mojia y 3TUX TPHI3YHOB HECYT
no e X-xpomocomsl (Charlesworth et al. 2021).

Menee noBep>KeHbI OI00HOTO poJia TIepexoaaM BbicoKoau(PpepeHInpoBaHHbIC
reTepoMop(HbIE MOJIOBBIE XPOMOCOMBI, TOCKOJIbKY NpeBpauieHue Y uwin W B ayTocombl
MOJKET OKa3aThCs BpeaHbIM. C OIHOW CTOPOHBI, y ocobeit ¢ reHotunom YY wm WW
OTCYTCTBYeT OoyblIas 9acTh TE€HOB C X- HWIM Z-XPOMOCOMBI, YTO CHHXKAeT HX
xu3HecnocoOHocTh. C  Apyroil cropoHsl, MOCKONbKY Y- u W-XpoMOCOMBI MOTYT
COJiepKaTh TEHBI, OKa3bIBAIOIIME BIUSHUE HAa MPHUCIIOCOOIEHHOCTh TeTePOTaMETHOTO
mojia, BBDKMBaeMOCTh camiioB XX u camok ZZ Oyner cumwkena (Vicoso 2019).
[Ipennonaraercs, dYTOo TeTepoMOpdHBIE TOJOBBHIE XPOMOCOMBI JCWCTBYIOT —Kak
«IBOJTIOLIMOHHBIC JIOBYIIKW», KOTOpPHIE OJOKHPYIOT TMEPEeXOIbl OT OJHOW CHUCTEMBI
ompeneyeHus Mojla K JPYyrod M CTaOWIM3HPYIOT XPOMOCOMHYIO TMapy, HECYIIYIO

onpenaestomumii moj 1okyc (Pokorna and Kratochvil 2009).
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OOHapyXeHHe y HEKOTOPBHIX IMO3BOHOYHBIX, HAaIPHUMEp, TAaKUX KaK OCETPOBBIC
(Kuhl et al. 2021) u crouakoBeie (Kostmann et al. 2021) romomMopdHBIX MOJOBBIX
XpOMOCOM, JBOJIOIMOHHO CTAOMIBHBIX Ha NPOTSDKEHUH UIMTEIBHBIX BPEMEHHBIX
IPOMEXYTKOB, a TakKe HECKOJbKO 3a(MKCHPOBAHHBIX IIEPEXOJI0B TeTEPOMOP(HBIX
TIOJIOBBIX XPOMOCOM B ayTOCOMBI, CTaBSIT 0]l COMHEHHE COCTOSITETFHOCTh KaK THITOTE3bI
«3BomonnonHoi JoBymku» (Kostmann et al. 2021), tak ¥ KJIaCCHYECKYIO TCOPHIO
SBOJIIOIIUH MOJIOBBIX XpoMocoM B 1iestoM (Kratochvil et al. 2021a).

[Io Mmepe yBenmW4eHHsS KOJNWYECTBA BHUIOB C HCCIEIOBAHHBIM TE€HETHUYECKUM
COCTaBOM IIOJIOBBIX XPOMOCOM OOHApy>KWJIOCh, YTO OJHHU M T€ K€ CHUHTCHHBIC T'PYIIIIBI
TEeHOB MOTYT BCTPEYATHCS B COCTABE TMOJIOBBIX XPOMOCOM Y Pa3HBIX, (HIOTEHETHICCKU
JaleKuX Jpyr OT Apyra, TAKCOHOB IMO3BOHOYHBIX. [lo-Tpe’kHEMY oOCTaeTcs HESCHBIM,
SIBIISICTCSI JIM TaHHBIA MPOILIECC CIyYalHBIM W3-32 OIPAaHMYEHHOCTH MPEIKOBOTO Habopa
XPOMOCOM WJIH )K€ €CTh TeHETHYeCKHe (HampuMmep, HaJu4rne TeHOB-YIaCTHUKOB KacKaaa
OIpeeNICHHs oJIa) WK (PUIIOTEHETHYECKUE TIPEAIOCHUTKY ISl BOBJICUSHHS OJTHUX U TEX
K€ TPYII TeHOB B (JOPMUPOBAHME IMOJIOBBIX XpOMOCOM Haile, yeM Jpyrux (O’Meally et
al. 2012).

HaubGonee wuHTepecHO! oKa3ajgach MOJEMUKA OTHOCHUTEIBHO IPOUCXOXKIACHUS
MOJIOBBIX XPOMOCOM aMHHOT — KpPYMHOM KJIaAbl MO3BOHOYHBIX, K KOTOPOW OTHOCST
PeNTHUINIA, NTUIl W MIEKOMHUTaomMX. Ha MaHHBIE MOMEHT MOXHO BBIACITUTH JBE
runoTe3sl. [lepBas rumoreza mpenmoiiaraeT, 4ro y OOIIET0 MpeaKa aMHUOT IIOJI
ornpenessuics pakTopaMH CpeJibl, a OJIOBbIE XPOMOCOMBI (POPMHUPOBATIUCH HE3aBUCUMO U3
Pa3HBIX Map ayTOCOM B Pa3HBIX JIMHUSAX aMHHOT. B TakoM cirydae cX0[CTBO FTeHETUYECKOTO
COCTaBa MEX]y MOJIOBBIMH XpOMOCOMaMH (PMIIOT€HETHUECKU JaIeKUX BUIOB SIBISIOTCS
xouBepreHTHbiMU (Pokorna and Kratochvil 2016). IMoarBepskaeHueM 3TOW THUMOTE3bI
SBIISICTCS] (PUIIOTEHETUYECKasi PEKOHCTPYKIUS CHCTEM OIPEACTICHUS T0JIa y PENTHINN U
pui6 (Pokorna and Kratochvil 2009, Gamble et al. 2015b, Pennell et al. 2018).

ANbTepHAaTHBHAS THIIOTE3a MPEAINONaracT, 4YTo y OOMIero MpeaKka aMHUOT ObLia
«Cymnep-ToJoBas XpoMOCOMa», B COCTaB KOTOPOW BXOJMJI T€HETWYECKH marepuan Z-
XpPOMOCOMBI TOTHII M X-XpOMOCOMBI IUIAIIEHTapHBIX MiekonuTaronmx. C TedeHueM
BPEMEHHU «CYIIEP-TI0JIOBAsi XpPOMOCOMay pacrajiach Ha HECKOJIBKO XpPOMOCOM, HEKOTOPHIE
U3 KOTOPBIX J0 CHX TOpP BBHIMONHSIOT (DYHKIUIO TIOJOBBIX XPOMOCOM B pa3HBIX,

CI)I/IJ'IOFGHCTI/I‘{eCKI/I JAJICKUX JIMHUAX aMHHOT. B kauectBe JA0Ka3aTCJIbCTB aBTOPLI I[aHHOfI



20

TUTOTE3bl TPEIBSABISIOT CPABHUTEIBHO CXOJHBIM TE€HETHYECKUU COCTaB Mexay Z-
XpOMOCOMOM TMTHII, IOJIOBBIMH XPOMOCOMAaMH OJHOMNPOXOAHBIX U Z-XpPOMOCOMOM
smoHckoro rexkkoHa (Gekko hokouensis), a Taxke Mexmy IMOJOBBIMH XPOMOCOMaMHU
IUTAlIEHTApHBIX MIICKOMHUTAOMUX W HacrosmuMmu simepunamu (Ezaz et al. 2017).
[TosiBiIeHVE BHJIOB CO CPEIOBBIM OINPEACIICHUEM T0JIa CPEId HEKOTOPHIX JIMHUA aMHUOT
paccmarpuBaercs Kak BTopudHOe. OJHAKO 3Ta TUIMOTE3a HE OOBACHSET, KaK B paMKax
«CYTIEP-TIOJIOBOI» XPOMOCOMBI MOTYT COYETAaThCS W OJHOBPEMEHHO (YHKIIMOHHPOBATH
HECKOJILKO I'eHOB-OMpeIeIUuTeINeH mosa, Takux kak amh, dmrtl u sox3 (Ezaz et al. 2017).

Takum  oOpa3om, Uil TOATBEPXKACHHS WM  ONPOBEPXKEHHUS  THIIOTE3
(OBOJTIOITMOHHOW  JIOBYIIKM»  TOJIOBBIX  XPOMOCOM, KOHBEPIE€HTHOTO  CXOJICTBA
T€HETHYECKOI'O COCTAaBa U «CYIIEP-TI0JIOBOM XPOMOCOMBI» aMHHUOT HEOOXOIUM JCTaIbHBIN
MOJICKYJISIPDHBIA ~ aHaJW3  IOJIOBBIX ~ XPOMOCOM C  HCIOJB30BAaHHEM  METOJIOB
CEKBCHHPOBAHUS HOBOTO IOKOJICHHSI Y TaKCOHOB C OOraThiM pa3HOOOpa3ueM CHUCTEM
ONpE/CIICHUs 10JIa, TaKUX KaK PEHTHIIMK, 36MHOBOJHBIC M PBIOBI, a TaK)Ke BBICIIHNX

aMHHOT C HECTaHIapTHBIMH MoJ0BbIMU XpoMocomamu (Pennell et al. 2018, Vicoso 2019).

1.3. MmHoroo0pa3ue reHoB, ONpeaeJA0IMUX Mo

JIJis TEHETUYECKOTO OMpe/iesIeHUs 1Mojia He0OX0IMMO HaM4uue JIOKyca, KOTOPHIH
OCYIIECTBJISIET KOHTPOJIb HaJ KackajgoM ompeaeneHus mnona. OOBYHO 1OJ00HBIE
FEHEeTHYECKHE D3JEMEHThl (OPMUPYIOTCSI Ha OCHOBE YK€ CYLIECTBYIOIIMX TI€HOB,
(YHKIIMOHAJIBHOCTh KOTOPBIX MOXET H3MEHSThCS B PE3ysibTaTe TOUYEYHBIX MYyTaIUil
(Kamiya et al. 2012, Myosho et al. 2012), aymukarwmii (Yoshimoto et al. 2008), neneruit
(Smith et al. 2009), perymsropubix m3menenuit (Herpin et al. 2010) u npyrux, He
0oOHapy’KEHHBIX MEeXaHU3MOB. Eciu reH-onpenenurens nojia pacnosaraercs Ha Y win W,
TO OH SIBJISIETCS JOMUHAHTHBIM, U OJHOW €ro KOMHH JOCTAaTOYHO AJisi (pOpMHpOBaHUS
(deHoTHIIA TIO MYXXCKOMY THIy (T€H pacronaraetcs Ha Y) WIH 1O XCHCKOMY (TeH
pacnonaraetcs Ha W). B ciydae, korna JIOKyc, ONpeAesIONIi Mo, pacmoaraetcs Ha X
Wi Z, T0 ero (pyHKIIMOHATBHOCTH SIBIISIETCS JO303aBUCUMOM, W JJISl ONpENeIeHUs MoJia
HEOOXOJMMO JIB€ JIeWCTBYIOIIME KOMUHU, 4YTOOBI (HOPMHUPOBAJICS PENPOTyKTUBHBIN

¢deHoTun camiia (reH pacrosaraercs Ha Z) uiu caMku (TeH pacnosaraercs Ha X) (Furman

et al. 2020).
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BoNbIIMHCTBO ONMMCAaHHBIX TEHOB, ONPEICIISIONINX T0JI, YCIIOBHO MOYKHO Pa3/IeinTh
Ha TPH TPYIIIBL: TEHbI CEMEWCTBA SOX; TeHbI, coepskainue JomeH DM; u reHbl cemeiicTa
TGF-B (Li and Gui 2018). I'ens cemeiictBa SoX (Sry-related HMG-box genes) koaupyiot
(aKTOPbI TPAHCKPHUIIIMH, KOTOPBIE CBA3BIBAIOTCS ¢ TociieaoBaTeabHocTssMu JJHK u moryT
aKTUBUPOBATh Wi noAaBiaTh Tpanckpunmuto (Kiefer et al. 2007). Haubonee u3BeCTHBIM
Y U3y4YCHHBIM IPEJICTABUTENIEM JAHHOTO CEMEHCTBa sSIBIIsieTCs TeH Sry (Sex determination
region Y) — yHHBEpCAJbHBIH T€H-ONPEACIUTEIb TOJNa Yy Tepuid (CyMyaThix U
IUTAIICHTAPHBIX MJICKOTMTAIOIINX). SFY pacrmoyiaraetcsi Ha Y-XpOMOCOME, U OJIHOU €ro
KOMMHUU JIOCTATOYHO JUIA HMHUIMAIIMK TPEBPAIICHHS OHWITOTCHI[MAIbHBIX TOHAI B
cemeHHUKH. [Ipeamonaraercs, 4To Sry Mpou30mIel U3 reHa SOX3, KOTOPBIN pacioiaraeTcst
Ha X-xpomocome tepuii (Ezaz et al. 2006).

DKCHEPUMEHTHI Ha TPAHCTEHHBIX JIMHUSAX MBIIICH TOKa3ajid, YTO MHOTHE T'€HBI
ceMmeiicTBa SOX, B 4aCTHOCTH Takue kak SOX3 (Sutton et al. 2011), sox9 (Vidal et al. 2001),
sox10 (Polanco et al. 2010), ctocoOHBI 3aMeHUTH SIY, €clii OYAYT 3KCIPECCHPOBATHCS B
HYKHBIX TKaHIX B HY»HOE Bpems. [laHHBIN (aKT TO3BOJISET MPEANOIOKHUTh, YTO MHOTHE
reHbl CeMeicTBa SOX MOTryT OparTh Ha ceOs (GYHKIMIO TeHa-ONpEeNeUTeNs Ioja |
aKTHBHPOBATh pa3BUTHE 3apoibiiia o Myxckomy myTtH (Capel 2017). IToaTBepkaaroT 3Ty
UJICI0 MCCIIEOBAHMS T€HOB-ONPEIeIUTENeH oda y IpyruxX M03BOHOYHBIX. Hanmpumep, y
unuiickux opusuii (Oryzias dancena) oprosor reHa SOX3 Ha Y-XpOMOCOME y4acTBYET B
onpeneneHun moya camios (Takehana et al. 2014), B To BpeMs Kak y SIIOHCKOW MEIaKH
(Oryzias latipes) B ompezaeneHuu moJjia y4acTBYeT T€H SOXD, MOJaBJIsisi aKTHBHOCTh I'eHa
dmy, KOTOpBIii SBJISETCS y ITUX PBI0 OCHOBHBIM TeHOM-omnpeaenutenaeM nona (Schartl et
al. 2018).

I'ennl, comepkamue momen DM (doublesex u mab-3), sBusioTcs camMbIMu
KOHCEPBATUBHBIMH y4aCTHUKAMH '€HETUIECKOTO Kacka/ia onpenenenus noia. JJomenr DM
ObUT OTKPBIT OJlarojapsi BBISIBJICHHIO CXOJHBIX IOCJICAOBATEIBHOCTEH Yy TEHOB,
yYaCTBYIOIIUX B ompeaeiacHun moja y aposodun (doublesex, dsx) m memarton (male
abnormal 3, mab-3) (Matson and Zarkower 2012). B nocneacreuu reasl ¢ DM-goMenom
ObUTH OOHApPYXEHbI Yy OOIIMPHOTO YHMCJIa HW3YYCHHBIX BHJOB IMO3BOHOYHBIX U
0€CII03BOHOYHBIX KUBOTHBIX. DYHKIIMU OOJNBIIMHCTBA U3 HUX CBSI3aHBI C ONpEICIICHUEM

T0J1a, pEryJIsIKe TOJIOBOr0 Pa3BUTHSI M KOHTPOJIEM mojioBoro auMopgusma (Matson and

Zarkower 2012).
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I'en dmrtl (doublesex and mab-3-related transcription factor 1) urpaer BaxHyt0
pOIb B Pa3BUTHUU IO MYKCKOMY TYTH y TO3BOHOYHBIX, SIBIIIETCS TJIABHBIM TEHOM,
OTIPEICIISIONIMM TI0JT Y PBIOBI - Manabapckoi muHorinoccesl (Cynoglossus semifasciatus)
(Cui et al. 2017), a Taxxe cumraeTcsi HanOOJICE BEPOSITHBIM KaHIUAATOM Ha 3TY POJIb Y
ntui (Shan et al. 2000, Smith et al. 2009). IIpumeuarenbHO, 4TO B 000UX CIyYasx I'eH
dmrtl nokammusyercss Ha Z-XpOMOCOME, a €ro JeHCTBHE SBISCTCS J10303aBUCHMBIM:
HEOOXOAMMO JBE KOIMHU I'eHa ajs pa3sutus camio (Smith et al. 2009, Cui et al. 2017).
M3BeCTHO HECKONBKO MapanoroB rena dmrtl, BIWSIOIMX Ha OINpelIeNieHHe Moja y
NO03BOHOYHBIX. Panee reH dmy, KOTOpBIH SIBISETCS TEPEHECEHHOH Ha Y-XpOMOCOMY
xormedt dmrtl, ObLT ONMUCAH KaK TIIaBHBIA MEPEKII0YATeNlh Moja Yy SMOHCKOW MEIaKH
(Matsuda et al. 2002). Ognako, KaKk y>ke YIOMHUHAJIOCH BBIIIE, aKTUBHOCTh JTAHHOTO T'eHa
MOYKET U3MEHATRLCS MOJ1 BIUsIHUEM reHa SOX5. ['ern dm-w, oTBeyaronuii 3a pa3BUTHE CAMOK
y IIMOPIEBLIX JisAryiek (Xenopus laevis), seisercs aymiukaruei dmrtl na W-xpomocome
(Yoshimoto et al. 2008).

I'ennr cemeiictBa TGF-f (transforming growth factor ) yacto BeICTymaroT B posiu
reHoB-onpeaenurenci mona (Pan et al. 2021). SIpkum npeacTaBUTEIEM 3TOr0 CeMEHCTBa
sBisiercst reH amh (anti-Miillerian hormone), KOTopblil UrpaeT BaKHYIO POJIb B Pa3BUTHH
CaMIIOB Y MTO3BOHOYHBIX KUBOTHBIX. [Ipenmonaraercs, 4To y yTKOHOCA BapuaHT reHa amh,
pacnionararoruiics Ha Xxpomocome Y5 (dmhy), siByisseTcsi OCHOBHBIM KaHIUIaTOM Ha POJIb
rena-onpeaenautens mona (Cortez et al. 2014, Zhou et al. 2021). /In1s HECKOIBKUX BUIOB
pbI0 Kommu reHa amh Ha Y-XpoMocoMax OINMUCaHbl KaK TJIaBHBIC OINPEICIMTEIH I10JIa
(Hattori et al. 2012, Kamiya et al. 2012, Li et al. 2015). Kpome Toro, y pbI0 BBISBICHO €Ilie
Kak MHHUMYM JiBa nipejacraButens cemeiictBa TGF-f, gsdf (gonadal soma derived factor)
u gdf6y (growth differentiation factor 6), koTopbie BEICTYMAIOT B KAYE€CTBE ONPEICIIUTEINCH
noaa (Myosho et al. 2012, Reichwald et al. 2015).

W3BecTHBI Cllydau, KOT/Ia pojib T'eHA-OMPEICIUTENIS 1M0JIa HAYUWHAKT UIPATh T'CHBI,
HE y4aCTBOBABIIIKME MCXOJHO B PETYJISIUH MOJIOBOro pa3BuTHs. Hampumep, y paaykHOM
dopenu (Oncorhynchus mykiss) u3 cemeticTBa sjococéBbie reH Sdy, mapanor ayTOCOMHOTO
peryasitopHoro ¢aktopa uatepdepona 9 (irf9), koaupyer 6enok, kotopsiit yrparwn JJHK-
CBSI3BIBAIONIMI JOMEH, HO COXpaHWI JIOMEH B3auMOJACUCTBUS ¢ Oeinkom. M30bTouHas
skcnpeccusi  Sdy wmHAynupyer aup(HEepeHIHpPOBKY CEMCHHUKOB, a HarlpaBlICHHAS

uHakTUBanus SAdy mnpuBoguT K Au((GEpEeHIUPOBKE SUYHUKOB. OTH PE3yJIbTAThI
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JIEMOHCTPHUPYIOT, uTo SAY sIBJIsseTCs reHOM, onpenessromuM mon y O. mykiss; ogHako, Kak
sdy 3amyckaeT pa3BHTHE MYKCKHX TOHajl, ocrtaercs HescHbiM (Yano et al. 2012).
HecMmoTps Ha TO, 4TO y TOCOCEBBIX HET O0IIEH KOHCEPBATUBHOW CHHTEHHH Y -XPOMOCOMBI,
sdy sBiseTcs KOHCEPBAaTHBHBIM TE€HOM OMpEACIUTE]IeM Tola Yy OOJBIINHCTBA
npeacTaBuTeNcH qaHHoro cemeiicraa (Yano et al. 2013).

UpesBblyaitHoe pa3HooOpa3ue Mepekitovaresieid, ONpeAessIiomuX TMoa Y
MO3BOHOYHBIX, YKa3bIBAeT Ha TO, YTO TEHBI, ONPEICIIAIONIME I0J, MOTYT BO3HHKATh
MHOTOKPATHO, IPY 3TOM YYaCTHHKHU T€HETHICCKOTO KaCKa/Ia OTPEICIICHUS T0JIa SIBIISFOTCSI
Haubojiee  BEPOSTHBIMA  KaHAWJATaMH HAa  POJIb  NPEANICCTBEHHHMKOB  T'€HOB-

nepekioyarenceit (Li and Gui 2018).

1.4, Jerpaagauus moJIOBBIX XpOMOCOM

OnHOW U3 OTIIMYUTEIBHBIX YEPT MOJOBBIX XPOMOCOM SIBIISICTCS JIETPalalisl OJJHOTO
u3 romoJoroB. [Ipenmonaraercs, 4To JaHHBIA MPOIECC B3aUMOCBS3aH C TOSBICHHEM Ha
MOJIOBBIX XPOMOCOMAax paiioHa, B KOTOPOM pPEKOMOWHAIMS MEXIy TOMOJIOTaMH
nonasisercs (Bergero and Charlesworth 2009). K nuToreHeTMYecKMM NpUYMHAM
CYIPECCHH KPOCCHHIOBEPa MOKHO OTHECTH XPOMOCOMHBIE MEPECTPOUKH (MHBEPCHU H
TPAHCIIOKAIINH), TIOCTEIICHHOS CHUKCHUE YaCTOThI KPOCCHHIOBEpa 3a CUET yBEIUUCHHUSI
pa3Mepa reTepoXpOMAaTHHOBBIX PaOHOB WIJIH K€ TIOJ BIMSHUEM WHCEPIIUU MOOMIIBHBIX
renetryeckux amementoB (Charlesworth et al. 2005, Natri et al. 2013, Li et al. 2016).
CymiecTByeT HECKOJBKO THIIOTE3, MPEINOJararollnX, 4YTO HEKOTOPHIC IBOJIOIMOHHBIC
MpPOLECChl, HAaNpUMEp, TaKUe KakK TIOJIOBOM aHTONOHU3M, MEWOTHYECKH JpauB,
TCHETUYCCKHI per( U MPEUMYIIECTBO IeTePO3UTOT MOTYT OBITh IPUIMHOMN TOaBJICHUS
PEKOMOMHAIIMKA MEXIy TOMOJIOTaMH y TreTeporaMmeTHoro moja. OmHaKo HECMOTpsl Ha
yOeuTeIbHBIE ~ TEOPETHYECKHE  OOOCHOBAHWS,  JIMIIb ~ Majoe  KOJHYECTBO
OKCIICPUMEHTAIILHBIX IAHHBIX MOATBepxkaaeT 3tu Teopun (Ponnikas et al. 2018).

JInst yCHemHoro MpOoXOXkIeHHs Meio3a BCe JKe HEOO0XOAUMO, 4YTOOBI MEKIY
HOJIOBBIMH XPOMOCOMAaMH COXpaHsIach OOJIaCTh TOMOJIOTHH, B KOTOPOW BO3MOXHA
peKoMOUMHAIIMSI, TaK Ha3bIBAEMBIi IICEBI0ayTOCOMHBIN paiion (pseudoautosomal region,
PAR) (Otto et al. 2011). Ero pa3mepsl MOTYT BapbHpOBaTh B 3aBUCUMOCTH OT BO3pacTa
TIOJIOBBIX XPOMOCOM M CKOPOCTH HX JIeTpajalliu, IPUIeM Bapralus HaOI0aeTCs JakKe Y

JUHUN ¢ KOHCEPBAaTHUBHBIMH TOJIOBEIMU XpoMocomaMmu. Hampumep, pazmepst PAR B W-
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XpOMOCOME TTHUI[ BaPhUPYIOT B MIUPOKOM JUANA30HE: OT MPAKTUYECKU HICHTHUYHBIX
Mopdonornaecku Z U W y OecKWieBBIX IMTHII, 0 SKCTpeMalbHO ManeHbkon W-
xpomocomsbl y Kypuiisl (Yazdi and Ellegren 2014).

BepositTHO, cympeccuss peKOMOMHAIIMM —SBJISIETCS CTYNEHYATBIM  IPOIECCOM.
Hepenko cTapbie CHCTEMBI MTOJIOBBIX XPOMOCOM XapaKTePU3YIOTCS HATUIHEM HECKOJIbKUX
«OBOJTIOIMOHHBIX TUIACTOBY» C Pa3HON CTEMECHBIO PACXOXKIEHHUS IMOCIICIOBATEIIBHOCTEH
Mexay romosoramu. [Ipu sTom Hambonee ynanenHole oT PAR ydacTku XpOMOCOMBI
YTPATUIN CHOCOOHOCTh K KPOCCHHTOBEpPY IEPBBIMH W IIOTOMY SBJISIOTCS CaMbIMU
CTapbIMHU, B TO BpeMs Kak 0oJjiee MOJIOJbIe «IUIacThl» pacmnoiaratotcs onmxe k PAR.
[TomoOHBIE «IBONIOIMOHHBIC TUIACTHIY HACHTU(DHUIIMPOBAHBI HA ITOJOBBIX XPOMOCOMAX
MiIeKonuTaromux, ntuil u 3mei (Charlesworth 2017).

JIyiss GONIBITMHCTBA CHCTEM TeTEPOMOP(HBIX TOJOBBIX XPOMOCOM XapaKTEPHO
HaKOIUIeHHE MoBTopsAronuxcs nocieaopatenpHocTet JJHK. OnmybnukoBaHO MHOXKECTBO
paboT Mo (GuU3MUECKOMY KapTHUPOBAHUIO TOBTOPSIONIMXCS AJIIEMEHTOB Ha TIOJIOBBIX
XpOMOCOMaX IMO3BOHOYHBIX JKMBOTHBIX. Yalie Bcero B Takux palioHaX OOHAPYKUBAJIMCH
HakoruieHus careuiutHoi JJHK, TenomepHbie mocinenoBaTenbHOCTH, YBEIIMUYEHHOE YUCIIO
KOINUM TeHOB MyJIbTUreHHBIX ceMelcTB (p/IlHK 1 ructoHoB) 1 MOOMIIBHBIX T€HETUYECKUX
anemeHToB (LINES m SINES) (Ezaz and Deakin 2014). M30biTouHOE HAaKOIUICHHE
MOBTOPSIOMIUXCST  3JeMeHTOB Ha Y- winm W-XpomocomMe MOXKET YBEIWYUBATH €&
bu3nueckuii pa3Mep OTHOCHTEIHLHO TOMOJIOTa, YTO W MPOU30IUIO Y HEKOTOPHIX BUIIOB
amuoui, pentunuit u peio (Schartl et al. 2016). [TpuuuHb, BRI3BIBAIONINEC HAKOIUICHUE
nosropsttonercsa JIHK Ha mosoBeIx XpoMocomax, 10 CUX IOp He sICHBL. C OJHOM CTOPOHBI,
amMIUTH(PUKAIUS TTOBTOPSIFOIIMXCS TTOCIEeI0BATEILHOCTEH Ha OJJHOM U3 TOMOJIOTOB MOXKET
BHOCUTh BECOMBIA BKJaJ B IPOIECC ITOJABJICHUS PEKOMOWHAIIMU MEXIY ITOJIOBBIMU
xpomocomamu. C Jpyroil CTOPOHBI, pPallOHBI CO CHUIXKEHHBIM KOJIMYECTBOM CalTOB
KPOCCHHIOBEpa OCOOCHHO YSI3BHMBI Iepe] N30BITOYHBIM HAKOIUICHUEM MOBTOPSIOIIUXCS
anemenToB (Ezaz and Deakin 2014). HecMoTpsi Ha OTCYTCTBHE HEPABHOTO KPOCCHHTOBEPA,
KOTOPBIH SBJISIETCA OJHUM U3 OCHOBHBIX MEXAHU3MOB HaKkoIUIEHUs noBTopstomeicsa JJHK
u caresmutHo JIHK B wacTtHOCTHM, oOoramieHre HEPEKOMOWMHUPYIOIIUX YYacTKOB
MOBTOPAMU MOXKET MPOUCXOJIUTh 32 CYET AKTUBHOCTH MOOWIBHBIX TEHETHYECKHX
DJICMEHTOB, mpockanb3biBanuu JIHK npu  perumkammum  w  amrmumdukanuu

BHexpomocoMHoi JIHK no tuny katsierocs kosbia (063op: Thakur et al. 2021).
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Eme ogHoM xapakTepHOM 4EPTOUM BBIPOXKIAIOIIUXCS TTOJOBBIX XPOMOCOM SIBJISIETCS
JIerpafanus  KOIUPYIOIIMUX — mocienoBareiabHocTed Ha Y- u  W-xpomocomax.
PekoMOuHanust crocoOCTBYET OUYMIIECHHIO OT ayljiesied, HECYIIMX BpEIHbIE MYyTalluH,
OJIHaKO B paiioHax ee monaBieHuss Ha Y- u W-xpomocomax mMoaoOHBIA OTOOp HE
npou3BoAUTCS. B pesynbraTe TeHbBI, MOMABIINE B HEPEKOMOMHHUPYIOMINWN YYacTOK,
HAKaIUTMBAIOT BPEIHBIC MyTAIlUH, TEPSIIOT CBOIO (DYHKIIMOHATIBHOCTh U SJIMMHHUPYIOTCS,
1100, B PEIKHX ClIydasx, mpruoopeTaroT HoBble (yHkIiuu (Bachtrog 2006).

DBOIONIMOHHBIE CHJIBI, BIHUAIOIINE HA CKOPOCTh JETPAJAllMU U MMOTEPH T€HOB, J0
CUX TIOp OCTalOTCS HEJOCTATOYHO HCCIEJOBaHHBIMU. PaHHUE TeopeTHuecKue MOJeTu
MpeACKa3bIBAIM, YTO AeTpagaius Y-XpOMOCOMBI T0HKHA IPOUCXOAUTH ObicTpee, uem W-
xpomocoMmbl. [logoOHOTO pojila TEeopuHM OCHOBBIBAIUCH HA TOM, YTO JIJIsi CaMIIOB
XapaKTepHa BBICOKAs 4acTOTa MyTallMil U MEHbIIUNA 3()PEKTUBHBIN pasMep MOMYJIALUMN.
Kpome Toro, Ha camiioB cuibpHee AeicTtByeT oToop. [loaToMy oxkumanock, 4to ObICTpoe
HAKOIUICHHE BPEIHBIX MYyTallUil y camIlOB OYJET BIHATH HAa CKOPOCTH BBIPOXKICHUS
HEPEKOMOMHHUPYIOMIUX pailoHoB Ha Y-xpomocome (Bachtrog et al. 2011). Opmako
CpaBHEHHE CTEIEHU BBIPOKICHHOCTH IIOJIOBBIX XPOMOCOM B pa3HBIX CHCTEMax
ompenesieHus Tojla y (UIOTEHETHYECKH OJU3KHX TAaKCOHOB HE TOATBEPKAAIOT ITH
npennonoxeHus. Hampumep, y 3meil OblTM OOHApPY)KEHBI JIMHUU C TeTepOMOpP(HBIMU
ZZ|Z\N 1noi0oBbIMHA XpOMOCOMAaMH, a Takxke JIMHUH ¢ ToMoMophHbIMU XX/XY'; ipu 3TOM
HET JAaHHBIX, MOATBEPKAAIONINX 3HAYUTEIHHYIO IBOJIOIMOHHYIO PA3HUILy MO BPEMEHHU
BO3HUKHOBCHHS JTHX cHUCTeM moioBbix xpomocoMm (Kratochvil et al. 2021a).
CoBpeMeHHBIE  TEOPETHUECKME  MOJEIH  TPEACKA3bIBAIOT  OBICTPYIO  TOTEPIO
(YHKIIMOHAJIBHBIX TEHOB cpa3y Imocie (OpMHUpPOBAaHHS HaA OJHOM U3 TOMOJIOTOB
HepeKOMOMHUpYIolero paiioHa. [Ipeamonaraercs, 4To ¢ YMEHBIICHHEM KOJIUYECTBA
TeHOB B TakOM pailoHE CKOpPOCTb Jerpajallid M IOTepH TE€HOB TOXKE IOCTETIEHHO
cHmwkaercs. OmHako 03Ta Teopus Takke TpeOyeT YTOYHEHHH C OMOpod Ha
sKcrepuMeHTanbHbIe nanubie (Charlesworth 2021).

[Torepst TEHOB OJHMM W3 TOMOJIOTOB PaHO WM MO3AHO MPHUBOJUT K HEPaBHOMN
IKCIPECCUH TEHOB Y MYXKCKUX U JKEHCKHX OCO0E€H, a TakKe Ha TI0JOBBIX XPOMOCOMaxX U
ayrocomax. J{isi TOCTHXKEHHsI paBHOW SKCIPECCHU T'€HOB HEO0OXOAMMO (OpMHUpPOBAHUE
MexaHu3MOB 1030Boi kommencaruu (Vicoso and Bachtrog 2009). ¥V pa3HbIX TaKCOHOB

3aIeUCTBOBAHbl PA3HbIE MEXAaHMW3Mbl I pEIICHHs HTOW 3ajmauu. Hampumep, s
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MJICKOTIMTAIOIINX XapaKTepHA HMHAKTUBAIUS OJHON U3 X-XPOMOCOM y CaMOK, B TO BPeMsI
kak y miogoBeix Mymek (Drosophila melanogaster) ysemuumBaercsi ypoBEHBb
TPaHCKPHUIIIHK TeHOB Ha X-xpomocome camioB (Straub and Becker 2007, Payer and Lee
2008). OmgHako a1 MHOTHMX BHMIOB HACEKOMBIX, PBIO, NTHIl, PENTHIHA M YTKOHOCA
OTMCAaHBl MEXaHW3Mbl YaCTUYHOW KOMIICHCAIMH, KOT/Ia Pa3HHIIA B JI03€ T€HOB MEXKIY

10JIaMH BBIPABHUBAETCS TOJIBKO T onpeaeneHHbIXx reHoB (Gu and Walters 2017).

1.5. Metoap! uaeHTH(PUKALMI U UCCIETOBAHNS MOJOBBIX XPOMOCOM

CoBpeMeHHBIE METOAbl HCCIEJOBAHUA T'E€HETUYECKOr0 MaTepuajia IOJIOBBIX
XpOMOCOM, HX JIeTpaJlalldd M CMEHBI CHCTEM OIpeJelieHus TMoyia 0a3upyroTcs Ha
00paboTKe JaHHBIX BBICOKOMPOU3BOIUTEILHOTO CEKBEHHPOBAHHUS C  IOMOIIBIO
OnonH(pOpPMATUUECKUX HMHCTPYMEHTOB B COYETAHUU C ITUTOTEHETHYECKUM aHaJIU30M.
[Tog6op MeTOI0B 3aBUCHUT OT CTeNeHU AUQPHEPEHIIMPOBAHHOCTA TOMOJIOTOB. Himke Mbl
paccMoTpuM Hanbosee pacrpoCTpaHEHHBIE TTOIXOIbI.

Tak, y BUIOB ¢ TrOMOMOP(HBIMH TOJOBBIMH XPOMOCOMaMH TE€PBOCTEIICHHOM
3a/iayeil ABisgeTCA UACHTH(UKAILIUS CUCTEMBI MOJIOBBIX XpoMocoM. HecMmoTpst Ha To, 4TO
Ha I[MTOJOTUYECKOM YpPOBHE pa3auyusi MEXAy TIOMOJIOraMU HE BHUJIHBI, B pailoHe,
CBSI3aHHOM C OMNPEAEICHUEM I10J1a, HAKAMIMBAIOTCA BPEIHbICE MYTAallUM W MPOUCXOJUT
norepsi reHoB. buomHpopmaTnueckoe cpaBHEHHE JTaHHBIX CEKBEHHPOBAHHS T€HOMHOMN
JAHK mpoTHBOIONOXKHBIX TOJIOB TMO3BOJISAET OOHAPYXKUTh MOAOOHOTO pojaa pas3Iuyus.
Hanpumep, y BHIIOB ¢ MOJIOBBIMUA XpoMocoMamK cHUcTeMbl XX/XY X-CBsi3aHHBIC T'€HBI
OyIyT TpeACTaBICHBl y CaMOK B JBYX KOIHUSX, a Y CaMIlOB B OJHOW. Pa3zHuily B uucie
KOIMUA TEHOB MEXAy MOJaMH MOXKHO MOJATBEPAUTh IMYTEM KOJIMYECTBEHHOM
MOJIMMEPA3HOM LENMHON peakunu. Kpome Toro, 3Ty METOAMKY MOYKHO UCIIOJB30BaTh IS
OIIEHKM MPUMEPHOI'0 BO3PACTa MOJOBBIX XPOMOCOM NMYTEM CPAaBHEHUS 4yMcia Konmuh X-
CBSI3aHHBIX TE€HOB Y POJCTBEHHBIX BHUIOB. C MOMOIIBI0 MOJAOOHOTO IMOAXO0AA OBLIU
H3Yy4eHbl TOMOMOP(HBIE CUCTEMBI MOJOBBIX XPOMOCOM Y IIUPOKOTO CIEKTpa PENTUIHI
(Rovatsos et al. 2015, Altmanova et al. 2018, Kostmann et al. 2021).

Metoasl HCCEIOBaHUS TOJOBBIX XPOMOCOM Takke MOTYT Oa3upoBaThCi Ha
cekpeHnpoBanun PHK. CpaBHeHue y pa3HbIX I0JIOB YpPOBHEH 3KCIPECCUU TEHOB,
JOKAJIM30BAHHBIX B TMOJIOBBIX XPOMOCOMAax, IIO3BOJISIET IIOHSTh, KaKuWe H3 T'EHOB

HOTEPSUTHCH WU YTPATHIU CBOM (DYHKIMH Ha BIpOXKIaronemcs romosore (Bergero et al.



27

2015, Papadopulos et al. 2015). Kpome Toro, BElpaBHHBaHUE TPAHCKPHIITOB, ITOJTYYESHHBIX
ISl TETEPOraMeTHOTO 110J1a, Ha STAIOHHYI0 COOPKY TPAaHCKPUIITOMA TOMOTaMETHOTO TToJia
rioMoraet cooparth y4acTKH XpoMocoM, crieruduanblie ais Y- wiun W-xpomocomsl (Cortez
et al. 2014).

BonpmumHCTBO pasnuumii MexIy nonamu B nocienosarenbHocTax JAHK u gncne
Komui (PyHKIIMOHATBHBIX TEHOB HAKAIUIMBACTCS B paliOHaX MOJABIICHUS PEKOMOWHAIINY.
[TosToMy MeTOnBl, OCHOBaHHBIE HAa CEKBEHHPOBAaHMM M cpaBHeHHMH reHomHoil JIHK
Pa3HBIX TOJIOB, IOBOJIBHO YacTO YIIYCKAIOT IT€HETUIECKUN MaTepHall, BXOISIIHNIA B COCTaB
IICEBI0AYTOCOMHOTO paiioHa. Pa3zpemmrth 3Ty mpoOiieMy IO3BOJSIOT KadeCTBEHHEIC
cOOpKH TEHOMOB JI0 XPOMOCOMHOTO YPOBHSI, OJTHAKO B CITy4ae TeTepOMOP(HBIX ITOJIOBBIX
XpOMOCOM COOpKa BBIPOXKAEHHOTO TOMOJOra MOXKET BBI3BIBATH CIOKHOCTH H3-3a
U30BITOYHOTO HAKOIUICHHS TIOBTOPSIIOIIUXCS 3JIeMEHTOB. [103TOMYy 4acTo 3TaloHHBIC
cOOpKHM F'eHOMOB MPOU3BOIAT st romorametHoro mosa (Deakin et al. 2019).

HpyruM 3 (eKTUBHBIM IMOJXOJOM HCCIEIOBAHUS T'€HETHYECKOTO COCTaBa
HIOJIOBBIX XPOMOCOM SIBJISIETCSI MeTO| cekBeHupoBanus JJHK-O0ubimorek, crienudpuaabx
Uit oTaenbHbIX XpomocoM (Single Chromosome Sequencing, ChromSeq). B atom ciydae
JHK-O0ubnuoTexkn  moiaydarOT ¢  MOMOIIBI0O  XPOMOCOMHOTO  COPTHHTA  WJIHU
MHKPOJIUCCEKIINU, a UX CHEIU(PUIHOCTD MOATBEPKAAIOT C MOMOIIBIO (hIyOopecleHTHOM
rubpuamuzanuu in situ (FISH). IMocnenosarensroctn JIHK, monydeHHbIe B pe3ysibTaTe
CCKBEHHUPOBAHUS, MOJKHO HCITOJIBL30BaTh It COOPKU XpoMocoM de NOVO, b0 CpaBHUTH C
yKe€ OIyOJMKOBaHHBIMH T'€HOMHBIMH COOpKaMHU Ui OOHapyKEHHS TOMOJOTHYHBIX
paitonos (lannucci et al. 2021).

JIns  wccienoBaHUS  TETEpPOMOP(GHBIX  TOJNOBBIX XPOMOCOM y  BHJOB C
HECONYOJMKOBAHHBIMH TC€HOMAMH TaK)Xe MOTYT OBITh IOJIC3HBI I[IUTOICHETHUCCKUEC
METO/bl, OCHOBAaHHBIE Ha KapTUpoBaHHHM ¢ momoinsio FISH yxe m3BecTHBIX 30HMIOB,
cnenuHUUHBIX IS OTACNbHBIX Xpomocom wuiau BAC-kmonoB (bacterial artificial
chromosomes) moJioBBIX XPOMOCOM POJACTBEHHBIX BUAOB. JlaHHBIM MOJAXOJ YCHEIIHO
UCTIOJIB30BAH JIJISI U3YYSHHS XPOMOCOMHBIX TIEPECTPOEK X-XPOMOCOMBI MAapHOKOMBITHBIX
(Proskuryakova et al. 2017) i W-xpomocomsl nitutr (Bellott et al. 2017).

B ciydae rerepoMOp@HBIX MOJIOBBIX XPOMOCOM C BBISIBIISIEMBIMH [IUTOJIOTUYECKH
pa3IM4YMsAMU TIOMHUMO HCCIICAOBAHHUS HMX TEHETHMYECKOrO COCTaBa TAaKKE aKTyaJbHO

HN3Yy4YCHUC MCXAaHU3MOB I[O3OBOﬁ KOMIICHCAIIUU U T'CTCPOXPOMATUHU3AIINU. COBpCMeHHBIC



28

UCCIEAOBaHUSA JO030BOM KOMIICHCAlMM 4YacTO OCHOBBIBAIOTCS HAa COBMECTHOM
CpPaBHUTEILHOM aHAJIN3€ JAHHBIX CEKBEHUPOBAHUS T€HOMOB U TPAHCKPUIITOMOB Y Pa3HbBIX
MOJIOB, @ TaKKE€ HA M3YUYEHHUHM OCHOBHBIX IMUTCHETHYECKUX MOIU(DUKALUA XpOoMaTHHA
(Hammpumep, ¢ momoinpio Merona ChiP-seq) (Marin et al. 2017).

Kax y»xe o0cyxaanoce Bbllle, OJTHUM U3 OTIUYUTEIbHBIX MPU3HAKOB BBIPOKICHUS
IIOJIOBBIX ~ XPOMOCOM  SIBJISIETCS ~ HAKOIUICHHE IIOBTOPSIOIIMXCA  JJIEMEHTOB  Ha
rerepoMopdHOM romoJiore. OOBIYHO B T€HOMax BBIJCISIOT JIBa TUIIA OpPraHU3aIUU
nopropsromuecs JJHK: TaHneMHO OpraHW30BaHHBIE IMOBTOPBI U PACCESHHBIE 3JIEMEHTHI
(0630p: Biscotti et al. 2015). Tanaemuo opranuzoBannas [JHK dopmupyeT npotsokeHHbIC
MacCHUBbI, B KOTOPbIX MOHOMEpHI MOBTOPOB pacroyiararorcs Apyr 3a ApyroM. K takum
THUIIAM TTOCJIEIOBATEIBHOCTEN OTHOCAT MUKPOCATEIUTUTHI (JIJTMHA MOHOMEPA COCTABIISET OT
1 mo 10 m. H.), MUHHU- U MakpocaTeITUThI (umrHa MoHOMepa a0 100 m. H. u 6onee 100 1.
H., COOTBETCTBEHHO), a TAK)KE€ MYyJIbTUTEHHBbIE ceMeiicTBa reHoB. K paccestHHbIM TOBTOpam
OTHOCSIT Pa3IUYHbIE TUIIBI MOOUITBHBIX TeHeTHYecKuX d11eMeHToB (MI9), Takue kak JIHK-
TPAHCIIO30HBI M PETPOTPaHCIIO30HbI (0030p: Biscotti et al. 2015). Onpenenuts OCHOBHBIC
tunbl nosTopswomieiics JIHK B pamkax reTepoXpOMAaTHHOBBIX pPailOHOB MOJOBBIX
XpPOMOCOM MOHO IyTEM CpaBHEHHUSI WX MOpeacTaBiieHHOCTH B reHomHOM JIHK pasnbix
TIOJIOB € MoMolIbio OnonHpopmarnyeckux noaxonos (Chalopin et al. 2015, Jesionek et al.
2021). Hanpumep, nporpammsl RepeatExplorer (Novak et al. 2013), TAREAN (Novak et
al. 2017) u Tandem Repeat Finder (Benson 1999) mmpoko HCIOMB3YOTCS IS MIOUCKA
AHHOTAllUM TaHJAEeMHO opranuzoBanHor caresumtHor JIHK. IIpunamimexxHOCTb
oOHapyKeHHBIX TMocienoBarenbHocTel MoHoMmepoB cat/[HK rerepoxpomarnHoBbIM
y4acTKaM IOJIOBBIX XPOMOCOM MOKET OBITh OIpe/eNieHa ¢ oMoIkio mposenenus FISH
Ha MeTada3HBIX XpoMmocomax rereporameTHoro mojia. CyniecTByeT MHOXECTBO
IIpOrpaMM, HAIPABJICHHBIX Ha IIOMCK PacCEsHHBIX NOBTOPOB B reHoMHoM JIHK, Hanpumep,
takux kak Repeat Modeler (Flynn et al. 2020). ITockomeky MI'D 4YacTo XaOTHYHO
pacrpeneneHsl M0 reHoMYy, ONpPENECICHUE UX XPOMOCOMHOW JIOKAJIU3ALUU C ITOMOUIBIO

FISH ne Bcerna adpdexTuBHO.
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1.6. I[luToreHeTMYeCcKHe M TeHOMHBIE HCCJIEIOBAHNS PeNTUINI

COBpeMeHHBIe PCITHIINUA — KJIACC IMTO3BOHOYHBIX JKUBOTHBIX, KOTOpBIﬁ OTHOCHTCA K
dAMHHOTaM H O6"beI[I/IH$IeT COBPCMCHHBIX 4YCpCliax, KpPOKOAHJIOB, KIHOBOT'OJOBBIX

(raTTepHuM) U YeHIyHJaThiX (smepuibl u 3Men) (Puc. 2).

Mammalia

Aves

Amniota

Crocodilia (Kpokoaunsi)

Testudines (Yepenaxwu)

Rhynchocephalia (Kntosoronossie)

Squamata (Yewyiiuatbie)

Pucynok 2. [lomokeHWe OCHOBHBIX TPYII PENTWIHNA (BBIIEICHBI >KAPHBIM
mpudpToM) Ha (UIOrEeHETHYECKOM JpeBe aMHuOT. Kiagorpamma mnocTpoeHa B

coorBercTBuM ¢ Lee et al., 2013.

Pentunuu cuntarorcs napaduieTHIeCKUM TaKCOHOM, TIOCKOJIBKY OHHU JTaJTi Ha4ajo
NTHUI[AM, KOTOPBIX TPAIUIIMOHHO BBIACIAIOT B OTAeHbHBIN Kinace (Modesto and Anderson
2004). dunoreHeTHYECKH PENTWIMN (BKJIIOYAs MTHI) OTACIHINCH OT MJICKOMUTAFOIINX
oxoiio 320 muH nieT Haza; npuMepHo 280 MIIH JeT Ha3ad PenTUINN pa3Ae/niInuch Ha JIBe
KJIaJbl: apxo3aBpbl (OTUIBI W KPOKOJAWJIBI) M JIENUJ03aBpbl (YelryidyaTble U
kiroBorosioseie) (Alfoldi et al. 2011). [loaroe Bpems Mpearosiaraioch, 4TO Yepernaxu
3aHUMAIOT 0a3aJbHOE IMOJIOKEHHUE OTHOCHUTEIBHO OCTANBbHBIX PENTUIINM, OJHAKO ceifuac
UX MPHHATO CYMTATh CECTPUHCKOW rpymmoit aius ntuil u kpokoauiaos (Chiari et al. 2012,
Lee 2013).

Pentunuu ABASAIOTCS HE TOJMBKO (MIOTEHETHYECKH, HO M KapPHOTHIIMYECKU
pasHopoiHOW rpynmnoi. OpraHu3aiys TeHOMOB MPEICTaBUTENICH HEKOTOPBIX OTPSIOB H
MOJIOTPSANIOB (HAIPUMEDP, TAKMX, KaK 3MEH U SAIIEPHIIbI) CXOAHA C aHAMHUSAMH (PBIOBI U
36MHOBO/HbIE), TOTJa KaK T€HOMBI JPYruX (Yepenaxu U KpPOKOIWIIbI) - OOIIME YepThl C

romoiiorepMHbIMU skuBOTHBIMU (Olmo 2008).
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Pasnuuus Mex1y pasHbIMH KJIaJaMU PENITHINNA HAYMHAKOTCS Ha TCHOMHOM YPOBHE.
Hanpumep, U3BeCTHO, YTO T€HOMBI KPOKOHMIIOB M Yepernax, TAaK)Ke KaK U TCHOMBI IITHUI] U
MIICKOITHTAIOIINX, UMEIOT U30XOpHYI0 cTpykTypy opranuzammu (Costantini et al. 2009).
M30xopaMu TpPHHATO Ha3bIBaTh NPOTSDKCHHBICE pPalOHBI TEHOMa C OMpeACIICHHBIM
conepxxanrieM GC-ocuoBanuii (Bernardi 1993). Paiionsi, 6orateic GC-ocHOBaHHUSAMH,
SIBJIIIOTCSL DYXPOMATHHOBBIMH M COJEpXKAT MHOTO T'€HOB, B HHX 00Ji€€ HHTCHCHUBHO
MPOUCXOAAT PEKOMOWHAIMOHHBIE COOBITHSA. Paiionbpl, obemnenHbie GC-ocHOBaHMSIMY,
coJiep KaT MaJio TeHOB M, KaK MpaBwio, rerepoxpomarunusupyiorcs (Eyre-Walker and
Hurst 2001). V gemyiivateix (Squamata), kak u y psaa peid U amduOuii, U30XxopHas
CTpyKTypa TeHoMa MeHee BbipakeHa (Costantini et al. 2009). Mccnenoanusi cocraBa
reHOMa CeBepoaMepUKaHCKOro kpacHoropioro anonuca (Anolis carolinensis) BeisBuIH,
yro ero romorenHoctb mo GC-cocraBy (Fujita et al. 2011). Oanako GC-cocraB 1O
MO3UIMSAM TPEThEro KOJOHA OeoK-Koaupyrommx mocienoarensHocteit (GC3) u
pacrpenielicHue 3TUX HYKJICOTHIOB B TCHOME CEBEPOAMEPUKAHCKOTO KPacHOTOPJIOrO
aHOJIMCA CXOJ/HBI ¢ TAKOBBIMHU y NTHUIl 1 MitekonuTaroumx (Figuet et al. 2015).

Ha XxpoMOCOMHOM ypOBHE KpYIHHBIE T'PYIIbl PENTHINN Pa3IHyYalOTCs M0 THUILY
opranu3anuu kapuorumna. Cpeld HUX BCTPEYAIOTCS M YHUMOJAJbHbBIC, U OMMOIaIbHBIC
THUIIBI OPraHU3aIMH KApUOTUTIOB. B cocTaBe OMMOIAaIBHBIX KAPUOTUIIOB MOKHO BBIJICITHTh
JIBa THIIA XPOMOCOM, KOTOPBIE OTIMYAIOTCS IPYT OT APyra pasMepaMu: MaKpOXpPOMOCOMBI
U MHKPOXPOMOCOMBI. M3BECTHO, 4TO OMMO/IaIbHBIC KAPHOTHIIBI SBJISUIUCH MPEIKOBBIMU
Ui OOJNBIIMHCTBA TETPAIONl, a YHUMOJAJIbHBIC MPOHM3OLUIA B PE3YJIbTATe CIMSHHNA
MHKPOXPOMOCOM MEXIy co0oit m ¢ makpoxpomocomamu (Morescalchi 1977). [Ins
OOJIBITMHCTBA YENIyHYaThIX W 4Yepernax XapaKTepPHbl OMMOJAIbHBIC KAapUOTHUIIBI, a
NpeJACTaBUTEIN ceMeiicTBa Hacrosimue siepuibl (Lacertidag), orpsaa KpOKOMHIIBI
(Crocodilia) w wuH(paoTpsima rtekkoHooOpasHble (Gekkota) wmeror He3aBHCUMO
chopmupoBasirecs yaHuMoaaabHbie kKaprotunsl (Uno et al. 2012).

HccrnenoBanus, MOCBAIICHHBIC SBOJIIONMN KapHOTHIIOB BHYTPH KPYIHBIX KJIaj,
TaKWX, KaK CEMeWCTBa W OJM3KHUE TPYIIbl CEMEHCTB, MOKa3ald HHU3KYI CKOPOCTb
usMeneHus kapuotunos pentuiuii (Trifonov et al. 2011, Srikulnath et al. 2013, 2014,
2015, Pokorna et al. 2015). MHoxecTBO BHIOB, pa3HOOOPa3HBIX MO BHEIIHEMY BHIY,
o0pa3y JKM3HH M CHCTEME OIpEACiCHHsS II0ja, MOTYT HMETh CXOJHOE YHCIO H

Mopdomnoruio xpomocom. Tak, M. TlokopHa ¢ coaBTOpamMu C MOMOIIBI0 XPOMOCOMHOTO
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NEeHHTUHTa W JIOKaJIM3alid TEeHOB Tmpu mnomomm wmeroga FISH — moxazamu
KOHCEPBAaTUBHOCTh OOJIBIIMHCTBA XPOMOCOM JUIsl TpeAcTaBuTenel uHppaoTpsaa
rekkonooOpasubie (Pokorna et al. 2015). Hecmotps Ha To, 4TO MOP(OIIOTHSI HEKOTOPBIX
XpOMOCOM MOTJIa MEHSTHCSI B Pe3yJibTaTe POOEPTCOHOBCKUX M TAHAEMHBIX CIUSHUNA U
pa3peIBOB, TEHHBIM COCTAaB XPOMOCOMHBIX IUIEd W OTACIBHBIX  XPOMOCOM
TeKKOHOOOPA3HBIX OCTABAJICS KOHCEPBATUBHBIM HA IMPOTSDKCHUU JIECATKOB MHJUTHOHOB
JIET SBOJIOIUH.

AHanorn4HbIe pPE3yNIbTaThl, HO JJsi 0OoJiee MPOTSHKCHHBIX SBOJIOIMUOHHBIX
TIEpUOJIOB, OBLIM TMOKAa3aHbl JuIss Kiaabl ToXicofera, koTopas BkitouaeT B ceOs 3Mei
(Serpentes), wuryanoo0Opasueix (Agamidae, Iguanidae, Chamelionidae), BapanoB
(Varanidae) u nmpyrue 6onee Menkue rpymmsl yenryiidareix (Srikulnath et al. 2013, 2014,
2015).

['eHOMBI penTUIUil IBISAIOTCS HAUMEHEE N3YYEHHBIMH 110 CPAaBHCHHUIO C TCHOMAMH
npencraBuTeneil apyrux kiaaccoB. IIpogomxuTenbHOE BpeMs €IMHCTBEHHBIM BUIOM,
T€HOM KOTOpPOTO OBbUI CEKBEHHMPOBAH, OCTABAJICS CEBEPOAMEPUKAHCKUN KPACHOTOPJIBIN
anomuc (A. carolinensis) (Alfoldi et al. 2011), oqHako B mOCIEIHUE TOABI YBEIHYUIOCH
YHUCJIO BHUJOB, TEHOMBI KOTOPBHIX cekBeHHpoBaHbl. [lo manneiM Ha 10.06.2024 reHoMmbI
omyOnukoBaHbl 1isi 174 BumoB pentwiunil, mpu g 49 W3 HUX TEHOMBI cOOpaHBI /10
XPOMOCOMHOTO YPOBHS. BONMBITMHCTBO COOPOK OCTaHABIMBAIOTCS Ha YpoBHE ckad oo

(https://www.ncbi.nlm.nih.gov/genome/).

B oTnnume OT MIIEKONMTAIOIMIUX W MTHUIl, A5 KOTOPBIX ONKCAHBI YBOJIOIUOHHO
CTaOWJIBHBIE TIOJIOBBIE XPOMOCOMBI, JJS PENTWINA XapaKTepHO YIUBUTEIHHOE
pazHooOpa3ue MEXaHU3MOB OIpeAeNieHusl moja. B paMkax KpYIHBIX CEMEHCTB MOTYT
BCTpeYaThCs BUJIBI Kak co cpeoBbiM (ESD), tak u ¢ renetnueckum (GSD) onpenenenuem
noJia, B TOM uucie ¢ AudGepeHIIMPOBAaHHBIMU MOJOBBIMH XPOMOCOMaMH cuUcTeM XY U
Z\W.

ESD onucano s BceX KPOKOAWIOB, OOJBIIMHCTBA 4Yepemax, rarrepui u
HEKOTOPBIX uernyidaTeix. OCHOBHBIM (DaKTOPOM CpEIIbl, BIMSIONIAM Ha OIpEaeiiCHUE
nojla y PeNTWINM, SBISIETCS TeMIieparypa WHKyOanuu 3aponsimeii. TemmnepaTtypa, npu
KoTopoil pa3BuBaetcs Oonee 90% caMok, MOKET OoTiMYaThCs B nuamnaszoHe no 5 °C or
TeMIIepaTyphl, Ipu KoTopoit passuBaetcs 6onee 90 % camiror (Ciofi and Swingland 1997).

Y MHOrux uepemax MWHKyOalus TNpU TOBBIIIEHHONW TeMIlepaType MpPUBOAUT K
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(OpPMHPOBAHHIO CAaMOK, B TO BpeMs KaK IPH TOHIKEHHON TeMIlepaTrype pa3BHUBAIOTCS
camibl (Standora and Spotila 1985). V HeKOTOpBIX SAIIEPHUI] U AJIUTaTOPOB, HAIIPOTHUB,
CaMIIbl Pa3BUBAIOTCS TIPH MTOBBIIIICHHON TEMIIEpaType, a CaMKH — IpH oHmxkeHHou (Lang
and Andrews 1994).

Pentunuu xapaktepusyroTcst OoraTeiM pasHooOpasmem cmocoboB GDS. s
OOJIPIIMHCTBA 3MeEH, 3a UCKIIFOYCHHUEM MMUTOHOB U YAaBOB C TOMOMOP(HBIMH MOJIOBBIMH
XpoMocoMaMu cucTeMbl XY, ONMHUCaHBI MOJIOBBIE XpOMOCOMBI cucteMbl ZW, KOTOphIe
umeroT obiee nmpoucxoxaenue (Rovatsos et al. 2015). Hecmotps Ha TO, 9TO Yy MHOTHX
yepernax IMoJl 3aBUCUT OT TEMIIEpaTypbl MHKYOAIlMH 3apOJbIIIeH, Y HEKOTOPBIX BHUIOB
oOHapy’KeHbI MMoJIoBbIe XpoMocoMbl cucteM XY u ZW (Kawagoshi et al. 2009, Mazzoleni
et al. 2020).

Cpemn smepunr ¢ GDS ommcanbl Buabl Kak ¢ TOMOMOP(GHBIMHU TIOJOBBIMU
XpPOMOCOMAaMH, TaK U C reTepoMOp(PHBIMU NOJTOBBIMU XpoMocoMaMu cucteMm XY wiu ZW,
a TaKkKe CHCTEMbl MHOXKECTBEHHBIX MOJIOBBIX Xpomocom (Alam et al. 2018). Crour
OTMETHUTh, YTO HAMOOJNbBIIEE PazHOOOpa3We CHCTEM OMpEeNICHUs Moyia HaOIromaeTcs y
npeacTaBuTee WH(ppaoTpsma rekkoHooOpasHeie. Hampumep, B paMkax cemelcTBa
Gekkonidae BctpeuaeTcst TeMIepaTypo3aBHCHMOE ONpPEACICHHE T10J1a, a TAKKe CHCTEMBI
noioBbIX XxpoMocoM XY, ZW. Ucciie1oBaHo 10 MEHBIIIEH Mepe BOCEMb ITEPEX0I0B CUCTEM
omnpeeseHus MoJia y mpeacTaBuTescH nanHoro uagpaorpsaga (Gamble 2010).

JInsi HEKOTOpPBIX BHUJOB PENTWIMH ONMCAaHO CMEUIAaHHOE OINpENEJICHUE Ioja: B
KapuOTUIIaX TaKUX BHJOB OOHAPYXKEHBI TOJIOBBIE XPOMOCOMBI, OJIHAKO TIpU
OIPEJICNICHHBIX YCJIOBUSX TIOJN  3apojblllla MOXET ONPEACIAThCA TeMIepaTypoil
uHKyOaruu. Hampumep, y cumHKOB poja ACritoSCINCUS (aJbTepHATHBHOEC HAa3BaHHE
Bassiana) onucansl osoBbie XxpoMocoMbl cucteMbl XY. [Tocie uHKyOanuu 3apopiiiei
Ipy OYCHb HHU3KOW TeMIepaType BCe OCOOM SIBISIOTCS CaMIlaMH, BKIIOYas OCOOeH ¢
renotuniom XX. [lpeamonaraercs, 4To B JaHHOM Cly4dae J0304yBCTBHUTEIIbHBIA T'CH-
OTIpeNIeTNTENh ToJla pacroyiaraeTcs Ha X-XpOMOCOME, a €ro OETKOBBIC MPOIYKTHI HE
paboraroT pu HU3KKX Temreparypax (Radder et al. 2008).

['eTepoMopdHBIC MOJIOBBIE XPOMOCOMBI OMHCAHBI JJISI MHOTMX BHOB PEMTHIIHA.
[Ipy 5TOM BBIPOKIAIOIIMECS TOMOJIOTH MOTYT XapaKTepPH30BaThCsS HAKOIUICHUEM
CaTeJUTMTHBIX MOCIE0BATENBLHOCTEN, TEIIOMEPHBIX MOBTOPOB, reHOB pPHK, nceBnorenon

(0630p: Schartl et al. 2016). HaxoruieHue mOBTOPSIONIUXCS 3JIEMEHTOB MOXKET OKa3bIBaTh
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BIMSIHME HAa MEXaHM3MBbl ompeneneHus nona. Hambomee sipkuii mpumep mogoOHOTO
SIBJICHHS OoIKcaH y bopoaaTeix aram (Pogona vititiceps) (Zhang et al. 2022). Jlas nanHOTO
BUJIa XapaKTEePHBI reTepOMOp(HBIE TIOJIOBBIE XPOMOCOMBI cucTeMbl ZZ/Z\W, ipu 3TOM Ha
W-xpomMocomMe  MPHUCYTCTBYIOT  TI'eTCPOXPOMATHHOBBIC  OOJIACTH,  COJEPIKaIINX
TIOBTOPSIOIIMECS DJIEMEHTHI, OJjaromapsi 4eMy OHa JIETKO HISHTH(QHIHUPYETCS Npu
nposeaeuun C-okparmmBanus (Ezaz et al. 2005). Onnako Hanbosee BEpOSTHBIA KaHIUIAT
Ha pOJb TCHA-OMpEACTUTeNsl mona y Oopomarbix aram (reH Nr5al, komupyromiwii
cTepouioreHHbli  ¢aktop SF1) oOHapykuBaeTcs B HEU3MECHCHHOM COCTOSIHUM B
nocnenoparenbnocT JJHK y o6oux romoinoros (Zhang et al. 2022). Pasuuna mexmy
nojamMu HabJogaeTcs Ha ypOBHE TPAaHCKPUITOMOB: ¢ \WW-XpOMOCOMBI TPaHCKPHUOUPYIOTCS
YKOPOUCHHBIE TPAHCKPHUIITBI, C KOTOPBIX TpaHCIUPYIOTCA u3odopmbl Oenka SF1,
UHTHONpyromue (HopMUpPOBaHHWE CEMEHHUKOB. [Ipemmonaraercsi, 9To SMUTEHETUYECKHE
Moau(UKaIUK, BIUAIONIME Ha KOH(QUTYpaluio rerepoxpoMatuHoBoi W-XpoMocoMsl y
00poaToif araMsbl, MPUBOIAT K U3MEHEHUIO KOH()OpMAITUHU IEPBUYHOTO TPAHCKPHUIITA TeHA
nr5al u ¢popmupoBanuio uzodopm Oenka SF1 (Zhang et al. 2022). B toxe Bpems, s
00OpoMaThIX araM MOKa3aHO CMEIIAHHOE OIpPEJIEICHUE T0Ia, TIOCKOIBKY MPH WHKYOAIuu
W1l B HOPMAJILHOM TEMIIEpaTypHOM THara30oHe COOTHOIICHHE MoJoB cocTaBmsieT 1:1, a
npu 6oJiee BRICOKUX TEMIIEpaTypax BCe BBUTYITUBIIIMECS JCTEHBIIN Oy IyT caMKaMH, 4acTh
KOTOpBIX OyneT umeth renotun ZZ (Ezaz et al. 2005).

[TockodbKy penTHINK TPOAODKUTENIEHOE BpPEMs OCTAaBaJUCh BHE HWHTEPECOB
KPYITHBIX TeHOMHBIX UCCIIEI0BaHU, HH(POpMALIUK 0 pa3HOOOpa3uH T€HOB-ONPEaeIUTENeH
noja JUis JAHHOTO TaKCcoHa IMoiydeHo ObuIo Mamo. lloMuMo OopomaTeix aram,
IpeAroiaraéMble TeHBI-ONPEISIUTENN 0l ONMCAHbBI Ui OIPAaHWYCHHOTO KOJHYECTBA
BUIOB, a (PYHKIMOHAIBHBIC TECTHI, MOATBEPKIAIONINE WJIH OIPOBEPraroliue poJib
IperoIaracMbIX JIOKyCOB B 3aIlyCKe KacKa/ia ONpeAeNeHHs 10Ja, TOKa He MPOBOMINCH
(Zhu et al. 2022, Pinto et al. 2023).

bnaromapst pasHoOOpa3wio CHUCTEM OIPENEeNICHUs T0JIa YelIyHuaThie SBIISIOTCS
UHTEPECHBIMU MOJICIIBHBIMUA OOBEKTAMH ISl U3YyUCHUST PA3IHYHBIX aCIIEKTOB SBOJIIOLUH
TIOJIOBBIX XpPOMOCOM. B HameM wucclieZJloBaHMM MBI W3yYald TPEJCTABHTENCH BYX

KPYIHBIX HHPPAOTPSAOB YEITyHUAThIX: UTYaHOOOPA3HbBIX U T€KKOHOOOPa3HbIX.
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1.6.1. Uudpaorpsiax uryanoodpasHbie

Uryanel ABIAOTCS BTOPOM MO YHUCIEHHOCTH TPYIION YEIIYWYaThIX PENTHINN

nocje TEeKKOHOB: B Hacrosimee Bpems omucano 2081 Bux (http://www.reptile-

database.org/, mo mamueM Ha 13.05.2024). MH(DpaoTpsa coCTOMT U3 JBYX KPYITHBIX
cecrpuHckux kiam: Acrodonta um Pleurodonta. IlpencraButenu kimagsl Acrodonta
pacrnpocTpaHeHbl HCKITrounTeNbHO B CTapom Ceere u hopmupyrot cemeiictea Agamidae
u Chamaeleonidae. Ipexacrasutenu kiaasl Pleurodonta BctpeuaroTcst TONBKO B CTpaHax
Hosoro Ceeta u Ha Majarackape, U IeJIATCs Ha JABeHaaaTh cemeiicts (Corytophanidae,
Crotaphytidae, Dactyloidae, Hoplocercidae, Iguanidae, Leiocephalidae, Leiosauridae,
Liolaemidae, Opluridae, Phrynosomatidae, Polychrotidae, Tropiduridae) (Townsend et al.
2011). BobIIMHCTBO UTYaHOOOPA3HBIX BEIYT THEBHON 00pa3 KU3HU.

[Ipennonaraercs, YTO0 KapUOTHIT OOIIETO MPEKa HTYaHOOOPa3HBIX COCTOSUT U3 36
XpOMOCOM U BKIIOYaJ 6 Tmap METAaleHTPUYECKUX MakKpoxpoMocoM u 12 map
mukpoxpomocoMm (Gorman 1973). IlomgoOHBIM KapHOTHUII BCTPEYACTCS y MHOIHX
COBPEMCHHBIX BHJIOB araM M WryaH. B TO ke Bpemsl YHCIIO XPOMOCOM B KapHOTHIIAX

UT'yaHOOOPa3HBIX MOXKET BapbupoBaTh oT 2N=20 g0 2n=48 (http://chromorep.univpm.it).

CexBEHHPOBAHbI TEHOMBI JIJIs1 25 BUI0B UT'YaHOOOPa3HBIX, U3 HUX IS BOCBMH TOJTYYCHBI
xpomocomubie  cOopku  (https://www.ncbi.nlm.nih.gov/assembly, mo ngaHHBIM Ha
13.05.2024).

[MpencraButenu kmaapl Acrodonta xapakTepu3yrOTCs pa3sHOOOpasHeM CIOCO00B
onpeneneHus mona. Cpean HUX BCTpPEYaroTCs BHJBI Kak ¢ TSD, Tak M ¢ onmmcaHHBIMHU
rerepoMop(HBIMH TOJOBBIMH XpoMocomamu cucteM XX/XY, ZZ/IZW (Ezaz et al. 2005,
Nielsen et al. 2018, Rovatsos et al. 2019b). [Inst GosbIIMHCTBA MPEICTABUTENCH Kila bl
Pleurodonta omucanbsl reTepoMOpdHBIC MOJOBBIE XPOMOCOMBI cucTeMbl XY, BO3pact
KOTOpBIX cocTaisieT okoiio 73-93 muH set. [1o cBoelt Mopdosioruu moysoBbie XpOMOCOMBbI
ATOM TPYIIBI PENTUIIMNA SBISIOTCS MUKPOXPOMOCOMaMH M CO/IEP)KAaT CHHTEHHYIO TPYIIY,
COOTBETCTBYIONIYIO X-XpOMOCOME CEBEPOAMEPUKAHCKOTO KPacHOTOPJIOTO aHOJHCA
(romonormuHa xpomocome 15 kypuier, GGA 15), onHako pa3Mep MOKET BapbUpOBATh
MEKIy BUIaMU M3-3a ayTOCOMHBIX TpaHciokanuii (Giovannotti et al. 2017, Altmanova et
al. 2018). HecmoTps Ha o0111ee MPOUCXO0XKACHNUE U BRIPAXKCHHYO TU(PHEpEeHITUPOBAHHOCTh

IMOJIOBBEIX XPOMOCOM HUT'YAHOBBIX, HCAABHUEC NCCICOAOBAHUSA 06Hapy>KI/IJ'H/I CMCHY MOJOBOM
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XPOMOCOMHOM Tapbl, KOTOpas MPOU30ILIA Y MEKCHKAHCKOTO IT0J0CATOTO BaCHUIIMCKA
(Basiliscus vittatus) (Corytophanidae, Pleurodonta) (Nielsen et al. 2019).

B nmaHHO#l paboTe W3y4eHBl 1Ba MPEACTABUTENS WIryaHOOOpa3HBIX: 3a00pHas
manaxutoBass wuryana (Sceloporus malachiticus) wu3 cemeiictea Phrynosomatidae
(Pleurodonta, Iguania) u fiemenckuii xameneon (Chamaeleon calyptratus) u3 cemeiictBa
Chamaeleonidae (Acrodonta, lguaina). Kapwotunm S. malachiticus coctoutr u3 22
METAIEHTPUYECKUX XPOMOCOM, CPEIIM KOTOPBIX BBIACISIOT 6 Map MaKpoXpoMOCOM | 5 Tap
MHUKPOXPOMOCOM, 00Pa30BaBIINXCS B PE3yJIbTATEe CIHSHUN MUKPOXPOMOCOM TPEIKOBOTO
kapuotumna (Hall 2009). Taxxe ais 5Toro Buja OMMCAHBI MTOJIOBbIE XPOMOCOMBI CHCTEMBI
XY, KOTOpbl€ HUMEIOT yYacTOK TOMOJIOTHH C X-XpOMOCOMOW CEBEPOaAMEPHKAHCKOTO
KpPacCHOTOPJIOTO AaHOJIMCa W YBEIMYEHBI B pa3Mepax B pe3yjbTare ayTOCOMHBIX
tpanciokanuii (Hall 2009, Rovatsos et al. 2014).

Kapuotnmm #iemeHckoro xamencoHa BKIouaeT 12 map xpomocoM: 6 map
MaKpOXPOMOCOM H 6 Iap MHKPOXPOMOCOM. Y MEHBIIIEHUE YHCIIa XPOMOCOM IO CPAaBHEHUIO
C TPEIKOBBIM KapUOTHUIIOM TIPOW3OINIO, Kak TMpeArnojaraerTcs, B pe3yJbTare
POOEPTCOHOBCKUX CIUSHUN Mexay xpomocomamu (Rovatsos et al. 2017b). Taxxke mns
HEMEHCKOTO XaMmeJieoHa OBLIM OMNpEACIICHBl TOMOMOP(HBIC TIOJOBBIE XPOMOCOMBI
cuctembl XY u nmogoOpaHbl MapKephl, crieli(puyuHbIe 175 CaMI[OB, OJTHAKO, A0 CHUX TOp

0CTaeTCsl HeSICHBIM, KaKasi U3 XpOMOCOMHBIX Tap siBisieTcs nosoBoit (Nielsen et al. 2018).

1.6.2. Uu¢paoTpsaa rekkoHooOpa3HbIe

['exkoHBI SBISIOTCA OOTAaThIM BHJIaMH TAaKCOHOM SIIEPHUIl: OMHUCAHO OKojo 2316

BugoB (http://www.reptile-database.org/, no manusim Ha 13.05. 2024). Hecmotps Ha ToO,

YTO TEKKOHBI OTJEIHIINCh OT OCTAIBHBIX YemyidaTeix okosio 200 MIIH JieT Ha3aj, dTa
Kianaa sieisgercss MmoHodunetrueckoit (Zheng and Wiens 2016). MubpaoTpsa coCTOUT U3
cemu cemeiicte (Gekkonidae, Phyllodactylidae, Sphaerodactylidae, Eublepharidae,
Diplodactylidae, = Carphodactylidae, = Pygopodidae), mnpexacraButenun  KOTOPBIX
pacipoCTpaHEHbI B TPOMTMYECKUX U cyOTponmyeckux obmactsx Craporo u Hooro Csera
(Pyron et al. 2013). BonbIIMHCTBO T€KKOHOB aKTHBHBI B TEMHOE BPEMsI CYTOK, OJHAKO
WHOT/Ia BCTPEYArOTCs BUJIbI, BeAyIHe qHeBHOM 00pa3 xxu3nu (Gamble et al. 2015a).
JIMTUIONAHOE YHCIIO  XPOMOCOM B KapHOTHUIAX TI'eKKOHOOOpa3HBIX MOXKET

BapbpupoBaTh OT 2n=16 mo 2n=46 (de Smet 1981, Schmid et al. 1994), omnako y
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OosbIIMHCTBA M3y4YeHHBIX BUIOB 2N=38-42 (Olmo 1986). Kak u a1 uryaHooOpasHbIX,
JUTS TEKKOHOB OTIMICAH TPEATOIaracMblii KApUOTHIT MPEIKA, COCTOSIIUHN U3 38 MOCTEIIEHHO
YMEHBIIAIONINXCS B pa3Mepe akpoleHTprdeckux xpomocoM (Gorman 1973, Pokorna et al.
2010). KapuoTwmbl COBpPEMEHHBIX TIe€KKOHOOOPA3HBIX OTIMYAIOTCS OT IPEIKOBOTO
KapuoOTHUIa MaJlbIM KOJUYECTBOM XPOMOCOMHBIX MEPECTPOeK, TaKMX KaK WHBEPCHH,
XpoMocoMHEbIe cisiHus 1 TpaHciokanuu (Trifonov et al. 2011, Pokorna et al. 2015).

B mocnennee BpeMs Bo3pacTaeT WHTEpEC K HM3YYCHHIO TE€KKOHOOOpa3HBIX Ha
reHoMHOM ypoBHe. [To nanaeiM Ha 13.05.2024 cekBeHUPOBAHBI TEHOMEI JCBSTH BHIIOB, a
COOpPKM TEHOMOB JI0 XPOMOCOMHOI'O YpOBHS JIOCTYIHBI JUISI YETHIPEX BHUJIOB

(https://www.ncbi.nlm.nih.gov/genome/).

CemeiictBo Eublepharidae xapakrepu3syercst pa3sHOOOpa3HueM CUCTEM ONPEICIICHUS
10J1a, CPE/IN paHee UCCIICOBAHHBIX MTPEICTABUTEIICH ATOTO CEMEHCTBA BCTPEUYAIOTCS BUJIBI
kak TSD, Tak ¥ ¢ ONMMCaHHBIMH MOJIOBBIMU XpoMocoMamu cuctembl XX/XY (Keating et
al. 2022). B mannoit pabote m3yueHsl aBa npeacraBurens Eublepharidae: rokaranckuit
nojocateiii rekkoH (Coleonyx elegans) u nienrpansnoamepukanckuii rekkon (Coleonyx
mitratus). Kapuorunn C. elegans cocroutr u3 14 map akpOICHTPHUYECKUX ayTOCOM H
MHOYECTBEHHBIX MOJOBBIX XpoMocoM X1 X1X2Xo/X1X2Y, a kapuotun C. mitratus ve Obut
omucaH panee. M3BectHo, uro Ha Xi-xpomocome C. elegans yokamu3yroTcs KiacTepsl
pubocomuoii JIHK. [Ipennonaraercs, 4To cucteMa MHOKECTBEHHBIX TOJIOBBIX XPOMOCOM
ATOr0 BHJAa BO3HHUKJA B pe3ysbrare PoOEPTCOHOBCKOTO CIHMSIHHS TPEIKOBOW IMOJIOBOM
XpOMOCOMBI (COOTBeTCTBYIOIIECH Xi-XxpoMmocome) ¢ aytocomoii (Pokorna et al. 2010).
Panee reneTrueckuii coctaB mojoBbx xpomocom C. elegans yske melTanuch Ucciie10BaTh
C TIOMOIIBI0 CPABHEHHUS CEKBEHHUPOBAHHBIX T'€HOMOB CaMIla U CaMKH. ABTOpPBI CTaThbU
oOHapyxuian okono 200 X-CHEemeHHBIX T'E€HOB, KOTOpPbIE Yy CaMIlOB HaXOJATCS B
TeMHU3UTOTHOM cocTosiHUU. st 57 X-CHemieHHbIX T€HOB SBJISIOTCS OPTOJIOraMHU T'€HOB
KYPHIIbI, PacioioskeHHbIMU Ha xpomocomax 1, 6 u 11 (Pensabene et al. 2020). ABTopsl
NPEINOI0XKHUINA, YTO IOJIOBbIe XpomocoMbl C. mitratus moKHBI HMETh CXOHBIN
reHeTHYeCknii coctaB ¢ TakoBeiMu y C. elegans, opHako HUTOTEHETHYECKUX
MOJITBEPKICHUN 3TOMY HE ObUTO. ['€HeTHUYecKkHid cOCTaB ICEeBI0AyTOCOMHOIO paiioHa U
COOTBETCTBUEC YK€ HAWJEHHBIX CHHTCHHBIX TPYII T'€HOB KOHKPETHBIM X-XpOMOCOMaM

TAaKKC HC M3YUCHEIL.
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1.7. 3akiioueHue 1Mo 0030py JUTEPATYPHI

[TosoBBIE XPOMOCOMBI SIBJISIFOTCSI OJJHON M3 HauboJjee TUHAMUYHO U3MEHSIOIINXCS
yacTel 3YKapHOTUYECKUX T'€HOMOB. [IponcxoxkaeHue u dBOMIOLHKS ITOJIOBBIX XPOMOCOM
CIy’KaT IPEIMETOM MHOXECTBA HAy4YHBIX CIOPOB. /[0 CHX mOp OCTaercs HESACHBIM,
SBJISIETCSI JIM YacTO€ BOBJIEUCHHME OJHMX U T€X K€ CHUHTEHHBIX IPYIIN B (OpMHpOBaHHE
IIOJIOBBIX XPOMOCOM CIIy4YaWHBIM IPOLECCOM, WIM XK€ HAJIWYHE ONPEICICHHBIX I'€HOB
JeaeT MX OJaronpuUATHOM TIeHEeTHMYECKOM OCHOBOM ISl TOJOBBIX XPOMOCOM.
OBOJIIOLMOHHBIE MTPOLIECCHI, COMPOBOXKIAIOIINE JErPaJaliIo MMOJOBBIX XPOMOCOM, TaKkKe
OCTAIOTCSI MAJIO U3yYEHHBIMU.

WNuppaotpsasl ryaHooOpa3Hble U TEKKOHOOOpa3HbIE SBISIOTCS OJHUMU U3 CaMbIX
MHOTOYMCJIEHHBIX TAaKCOHOB CPEIM  YEIIyHM4aTblX, KOTOPBIE XapaKTEPU3YIOTCS
YIUBUTENIBHBIM pa3HO00pa3ueM CHUCTEM OlpeieieHns noja. [[jis MHOTUX BUOB ONKCAHBI
MIOJIOBBIE XPOMOCOMBI pa3HOMl MOpPQOJOTMM M CTENEHH BbIPOKACHHOCTU. [lorTOoMy
OPEJCTABUTEIN ATHUX HH(PAOTPSIOB SBISIOTCS MNEPCHEKTUBHBIMU OOBEKTaAMH IS
MCCIIEAOBAHUS IBOJIOLMH MOJIOBBIX XPOMOCOM.

BOJBIIMHCTBO METONOB H3Y4YEHHUS IIOJIOBBIX XPOMOCOM, OCHOBAHHBIX Ha
CEKBEHHpPOBaHNHU U cpaBHeHUU reHoMHOM JIHK pa3HbIX M0JI0B, MO3BOIAIOT UCCIEN0BATh
Y4aCTKH T€HOMA, HaXOJIALIUECS B TEMU3UTOTHOM COCTOSTHUU. OTHAKO MO00HBIE MTOIX0bI
HE II03BOJIAIOT ONPEACIIUTh T€HETUYECKUH COCTaB IICEBIOAyTOCOMHBIX DPAlOHOB U
UCCIEAOBaTh  IPOLECC  TIETEPOXPOMATHHU3ALMM  JACTPAJUPYIOLIIMX  TOMOJOIOB.
HcnonszoBanne meroma ChromSeQ, ocHOBaHHOrO Ha CEKBEHHPOBAHUHM OTICIBHBIX
XpOMOCOM, B COBOKYIHOCTH C MOMCKOM M JIOKajdu3alued Hanbosiee pacnpoCTpaHEHHBIX
nocienoBaresnbHocTer caresumTHOM JIHK mo3Bossier mpoBOauTh paciIMpeHHbIA aHAIU3
T€HETUYECKOI'O COCTaBA MOJOBBIX XPOMOCOM.

Takum oOpa3oMm, H3yuye€HHE TEHETUYECKOTO COCTaBa IOJIOBBIX XPOMOCOM
UTyaHOOOpa3HBIX M TEKKOHOOOPa3HBIX C IMOMOIIBIO COYETAHUS LUTOTCHETUYECKUX WU
OuonMH(pOPMATUYECKUX TOJIXOJ0B MO3BOJUT JOMOJIHUTH HAIIM 3HAHUS O TOM, Kak
MPOUCXOIUT HBOJIIOLIUS MOJIOBBIX XPOMOCOM Y MIO3BOHOYHBIX )KUBOTHBIX U KaKH€ (PaKTOPHI

BJIMAIOT HAa JaHHBIC ITPOICCCHI.
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2. MATEPHUAJIbI U METOABbI UCCJIEJOBAHUSA

2.1. Marepuajsbl
Crucok MCIoJIb30BaHHBIX B pab0OTE PEaKTUBOB, padOUNX PacTBOPOB, KOHBIOTATOB,

AHTUOMOTHKOB U AHTUMHKOTHKOB, KYJbTYPAJbHBIX CpCd UM KOMMCPUYCCKHUX Ha60p0B

npuseseH B [Ipuinoxkenun 1.

2.2. Ilpaiimepsbl

[Ipaiimepsi, HUCIIOJIb30BaHHEIE T aMIUTuUKaIun Hu MEYEeHUS
nocinenoBarenbHocTer JIHK ¢ momompro I[P, mepeuncrnenst B Ilpuiaoskenun 1

(Ta6amumbr 1-3).

2.3. KuBorHbIE

JInst oNydYeHusl IePBUYHBIX KJICTOYHBIX KYJIBTYp ObLIa MCIOJB30BaHAa B3pOCiast
0co0b (camerr) 3a00pHOM ManmaxuToBoi uryansl (Sceloporus malachiticus), kymiennas B
3oomarasuHe “Axsalloro”, m Monomas 0coOb IEHTPATbHOAMEPUKAHCKOTO T'€KKOHA

(Coleonyx mitratus) u3 yacTHO# KoJIeKIuH, mpeaoctaBiacHuas JI. C. JIucaueBoi.

2.4. KierouHble KyJbTYpPbI

Knerounbie xynbryphl camku Coleonyx elegans u camma Chamaeleo calyptratus
npenoctaBieHbl KeMOpPHIKCKUM pPEeCypCHBIM LEHTPOM CPAaBHHUTEIbHOH TI'€HOMUKHU
(dakynbTeT BETEpPUHAPHOU MEIULHBI, KemOpumxckuit YHUBEPCUTET,
BenukoOpuranus). [lepBuunbie KynbTypbl (rOpo0IacTOB U CyCIeH3UH (PUKCHUPOBAHHBIX
metadasHbix KiIeTok camia Sceloporus malachiticus, a takke cycneHsun meragasHbIX
kierok C. calyptratus mony4eHsl B 1abopaTOpuy IIUTOTCHETUKH KUBOTHBIX (MHCTHTYTA
MoJiekysipHoii U kieroyHor Ouonoruu CO PAH, HosocuOupck, Poccus) C. A.
Pomanenko u A. B. PywmsHIeBbIM. ABTOpP CaMOCTOATEIBHO IMOJYy4YWIa CYCIIEH3UU
(uKcHpOBaHHBIX MeTa(a3HBIX KIETOK M3 KIETOYHBIX KyIbTyp camku C. elegans, a takxe
NEPBUYHYIO KYJIbTypy (ubpobiactoB u cycneH3uu meradasHeix xpomocoMm camia C.
mitratus.

B kaudectBe ucrounuka pudpoodnactos S. malachiticus u C. mitratus ucrnons3oBaiu

TKaHH JICTKOI'O H Me)er6epHBIX Xp?[H.IGfI. I[J'I?I 9TOr0 KYCOYKH TKaAHEH HM3MeIbYaau H
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WHKYOMpoBaiu B cMecHu Tuanyponuaasbl (1 mr/mi) m xommarenassl (1 mr/mon), 15%
AMOpUOHAILHON  OBIUbEl CBHIBOPOTKM B POCTOBOM cpeAe C aHTUOMOTHUKAMMU:
ammunmwuinaoM (100 wmr/m), crpentomunuaoM (100 Mr/ia); ¥ aHTUMHKOTHKOM —
amporepuriuaoM B (1x=2.5 mr/n) B Teuenue 24 yacoB npu 37 °C. Ilocne uHKyOammm
CYCIICH3UIO KJIETOK IEHTPU(PYTHPOBAIN, K OCAAKYy I00aBISUIM POCTOBYIO Cpely H
NIEPEHOCHIN B KyJbTypaibHbIi (uakon (Stanyon and Galleni 1991, Romanenko et al.
2015).
Jns kyneTuBUpOBaHus pudbpobiaacToB ucnonb3zoBanu cpeay oMEM ¢ nobasinenuem 15%
AMOpPUOHAILHON OBbIUbEH CBHIBOPOTKM W KOMOWHAIIMM AHTUOMOTHUKOB (aMIUIMILTMHA
(1x=100 mr/n) u crpentomunuaa (1x=100 mr/in)) u antumMuKkoTuka — amporepuimia B
(1x=2.5 mr/m). B poctoByto cpeny kynbTypsi C. elegans no6asinsiiin 10% ot o0bema cpeibt
AmnioMAX-II complete st ctumynsuuu pocta. KynsruBuposanue npooamin B COz-
uakyoOatope pu 30°C u congepkannu CO2 5%. CmeHna cpepl IpoBOAMIACE pa3 B 2-3 JTHSA,
10 HEOOXOIUMOCTH KJIETKH TIePeceBalii C UCIIOIb30BAaHUEM PACTBOPA VISl CHATHSI KJIETOK.
[Tory4yeHHBIE KIIETOYHBIC JIMHWHM OBUTH JETOHUpOBaHbI B «KpmoOaHK KymbTyp
kierok» MMKB CO PAH, a Takxe HCNOIB30BAINUCH ISl MPUTOTOBIICHUS CYCIEH3UI
¢uKcupoBaHHBIX MeTada3HbIX KJIETOK. [JiT KpHOKOHCEpBAIlMM HCIOIB30BAIA pPaHHUE
MAcCak¥ KJIETOYHBIX KYJBTYp Ha CTAJNH aKTUBHOTO pocTa. M3 KynbTypanbHOro (hriakoHa
KJICTKH CHUMAIIUCH C UCTIOIh30BAHUEM PACTBOPA JUIsl CHATHS KJIETOK. JlelicTBhe TpHUIcuHa
(1-3 MuHYTBI) OCTaHABJIMBAIH, 100aBIsis OydepHsiii pactBop DPBS, a 3atem nonydeHHy 0
cycrniensuto neHTpudyruposamu (5 munyt npu 800Q) mns ocaxnenus kinerok. K ocanky
N00aBIsIM SMOPHOHANBHYIO ObIubi0 ChIBOPOTKY ¢ 10% coxepxannem DMSO, kotopsiit
nociie  CyCIEHIUPOBAaHUS  TOMemalncs B KpuonpobOupku. KpuonpobOupku ¢
¢ubpobractamu oxjaxgamu g0 -/0 °C ¢ HCHOJb30BaHUEM  CTYNEHYATOTO
KpUOKOHTEWHEepa B TeueHWe 24 yacoB, a 3aTeM IMOMEIIanu B cocyasl Jlproapa,

HaIIOJIHCHHBIC XXUIKHUM a30TOM.

2.5. IlpuroroBjieHue cycneH3uii pUKCMPOBaHHBIX MeTada3HbIX KJIETOK

JI1st moy4YeHust MaKCUMaJIbHOTO KOJIMYECTBA KIIETOK Ha CTauu MeTadas3sl MUTO3a
BO (DIaKoOHBI C PpACTyIIMMH KIJIETKaMH Ha Ho4b (mopsaka 16 wacom), Ha 10 wmu
KyJIbTYpajbHOI cpensl modaisumy 50 mx konmemuaa (10 mxr/mi). Ha cienyromiee ytpo,

3a TpH 4aca 10 (pukcanuu Bo (GuakoHbl ¢ KieTkamu gobasisin 50 mxn koamemuga (10
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MKr/min) u 70 Mk 6pomuctoro stumus (0.5 mr/mi). [Io okOHYaHUH KyJIbTHBHPOBAHHS
KJIETKH CHMMAJIM C MOMOIIBIO pacTBOpa U CHSATHS KJIETOK, MOJTYYEHHYIO CYCIHECH3HIO
NEPEeHOCUIIN B IEHTpH(YX)HBIE TpoOupku U meHtpudyrupoBanmm 5 munyt npu 800 g.
[Tocne neHTpUYTHPOBAHUS CyNEpPHATAHT YAASUIN, a OCAJAO0K pa3sBOAWIN B /-8 Mi
runotonndeckoro pacteopa (0.075 M KCI, 2% FBS) u unkyoupoBamu npu 30°C B
tedeane 60 wmunyrt. Jlamee mpoBomumnmu mnpendukcamuio. s 3TOro B CYCIEH3UIO
J00aBIISIIIM HECKOJIBKO Kallelib METaHOJI-YKCYCHOTo (ukcaropa (3:1), oxJakaeHHOTo [0 -
20°C, 3arem cycnensuio BbyiepkuBanun mpu +4°C B teuenme 10-12 muuyT WM
nearpudyruposanu. CynepHaTaHT yIaJsuId, a K HOTYyYeHHOMY OCaAKy J00aBIsUTH 2-3 MII
OXJIAXACHHOTO (hukcaropa 0e3 mepememmBanus. Pukcauio npoBoawiu B TeueHue 30
muayT nipu -20°C. Ilocne mnpoBoawnu ouepeHOe NEeHTPU(PYTUPOBAHHE U CMEHY
¢ukcaTopa C pecycneHAMpPOBaHWEM ocaaka. Jlms MpoBepkM KadyecTBa CYCHCH3UH

M3TOTaBIUBAIIA HECKOJIBKO MPOOHBIX MPENnapaToB.

2.6. C-oxpamuBaHHe ¢ UCNOJIb30BaHHEM (IyOpecHeHTHbIX KpacuTeJieii

J1J1s BBISIBJICHUSI palilOHOB KOHCTHTYTHBHOTO TeTepoxpoMarrHa y S. malachiticus u
C. mitatus nposoauiu C-nipenodbpadotky (Sumner 1972), Ho okpainBaiy npenapaThl He
KkpacuteneMm ['umiza, a QuyopecuentHeiMu Kpacutensimu DAPI u xpomomunnuom A3.
[Tpenapater MeTadazubix xpomocoM BeiepxkuBan 20 MunyT B 0.2 N comnstHOM KucioTe,
nocie 4 MUHYTHI B HAaCBIIIEHHOM pacTBope ruapokcuaa Oapust mpu 55 °C. 3arem
npenapatsl 60 MmuHyT BoiepkuBanu B 2xSSC nipu 60 °C. J{ns yaaneHus oCTaTKOB colieit
npernapar IpOMBIBAM B JUCTHJUTMPOBAHHON BOJIE, BBICYIIMBANIM, a TOCIE HAHOCHIIH
pactBop cpeabl s ummyHoduyopecueniuu (EverBrite) ¢ kpacurensmu DAPI (50
MKr/MJI) U xpoMoMuIH A3 (20 mkr/mui), HaKpBIBAIM YHCTHIM ITOKPOBHBIM CTEKJIOM H

MMPOBOANIIN MUKPOCKOIIUPOBAHHUC.

2.7. Bpiaenenne JHK

I'enomuyro JIHK C. mitratus Beimensiii U3 TKaHEW CTaHAAPTHBIM (PEHOI-
xnopodopmubeiM Metonom (Sambrook and Russell 2006). [Ins S. malachiticus u C.
calyptratus renomuyio JIHK Bbiaensiv w3 KICTOYHBIX KYJIBTYp C MOMOIIbI0 Habopa
pearentoB GeneJET Genomic DNA Purification Kit «Thermo Scientificy. Yacts

Beieniennoi JIHK Obuta ¢pparmentupoBana npubopom BANELIN Sonopuls na wacrore
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22 KI'm mo pasmepa 100-200 m.H., 49TOOBI HCHONB30BATH €€ JUIA CYIPECCUU
MOBTOPSIFOLITUXCSL  TOCIea0BaTeIbHOCTEH B mpobax mpm  mpoeaeHun  FISH.

Konnentpauuto JIHK nposepsun mpu momomu NanoDrop 2000C.

2.8. TIloayuenue cnenupuynbix xpomocoMubix JIHK-0uba1uoTex

JTHK-6u6mmorexu, cneruduanbie s xpomocoMm S. malachiticus, nonydens: B. A.
Tpucdonoseim u JIx. Ilepeiipa ¢ ucnonb30BaHHEM BBICOKOCKOPOCTHOI'O COPTHUPOBIIMKA
kierok  Mo-Flo® (Beckman Coulter) B KeMOpwmKcKOM pecypcHOM —IEHTpPE
cpaBHUTENbHON TeHOMHKH (DakynbreT BeTepuHapHOW MeauIMHBIL, KeMOpumxckuit
yHUBepcuTeT, BenukoOpuranus), kak onucano panee (Yang et al. 1995). Jlnsa C. elegans
u C. calyptratus Habopsr coptupoBaHHbIX XpoMocoMHbIX [IHK-0ubaroTek Obu1H 1F00€3H0
npenoctabiensl JI. Kparoxswnom (KapioB yuuBepcurer, Ilpara, Yexus) m M.
JlxuoBanHotTy  (IlonuTtexHuueckuit  yHuBepcurer Mapke, AnHkoHa, Wranus),

COOTBCTCTBCHHO.

2.9. [IIIP-xaprupoBanue Y-cnenuduunbix RAD-seq mapkepos C. calyptratus

Jliis Toro, 4ToOBI ONMPENENUTh Mapy XpoMocoM, Hecytyto Y-crnenuduunsie RAD-
seq wmapkeper C. calyptratus, coprunrossie JIHK-Oubmuoreku 3TOoro Buaa
ucnonb3zoBanuck B kadectBe JHK-matpunsr mans IIHP c mpalimepamu k nsta Y-
crnenuduuasiM Mapkepam (M2, M3, M11, M12, M13), BeisiBieHHbIX ¢ oMolsio RAD-
seq. ITocnenoBarenbHOCTH NpaiimepoB U ycioBusa [P onucansl B ctarbe Hunbcona ¢
coaBropamu (Nielsen et al. 2018). Pesyabrarer IIIIP mpoBepsuini ¢ MOMOIIBIO

anekTpodopesa B 1,5% araposnom rene.

2.10. Toayuenue 30H10B AJst FISH Ha ocHoBe xpomocomocnenuduunbix JJTHK-
onoéanoTeK

Hapa6otky n meuenne JIHK ans ruOpuan3anvoHHBIX 30HIOB MPOBOAWUIN TpPU
nomotu DOP-IILP ¢ ucnons3zoBanuem npaiimepa 6-MW (5'-CCG ACT CGA GNN NNN
NAT GTG G-3") (Telenius et al. 1992). III[P-cmech cocrosina u3 Oydepa s Tag-
noaumepasbl (1x), 2.5MM MgCl,, 1 mMxM mnpaiimepa, 250 mxM dNTP, 1 e.a. Tag-
nonumepasbl, 80 Hr coptunroBbix JJHK-6ubamorek. /111 MmeueHus 30H10B KOHIIEHTPAIUIO
dTTP cokpamanu 10 200 MKM u B peaKkIMOHHYIO CMECh 100aBISIIA MOIUDUIIUPOBAHHBIC

ocHoBanwus: 6notuH-11-dUTP (50MxM) win aurokcurenud-11-dUTP (S0MkM).
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[Tporpamma I[P Obuta ommHakoBOW s HApaOOTKM M MEUEHUS: HadallbHAS
nenarypais npu 95 °C B reuenne 3 munyt, 30 mukinos (15 cexynn npu 94 °C, 15 cexkyna
npu 55 °C, 1 munyta npu 72 °C) u puransHOU dmonHTanmn npu 72 °C B Te4eHUe S5 MUHYT.

[Tocne mposenenns TP kauectBo monyuyeHHbix JIHK-O6mbmuoTek mpoBepsiiu c

noMouislo ekTpodopesa B 1% arapo3nom reie.

2.11. Toxyuyenue 30H10B, cogepxkamux cat/IHK, renst pudocomuoii PHK u
TeJIOMepHbIe MOBTOPbI

s nokanuszaruu reHoB 45pPHK ucmonp3oBamu miasmuanyio JTHK (pHrl3),
conepkamyto pparmentst 18S, 28S u nonnyto mocnenoBarenpHOCTh 5.8S pPHK, ITS1 n
ITS2 (Maden et al. 1987). Tenomepuyto JIHK cuHTE3MpoBaiu ¢ HCIOJIB30BAaHUEM
0esmarpuunoro cunreza ¢ npaimepamu (TTAGGG)s u (CCCTAA)s (ljdo et al. 1991).
MeueHue 30H10B IPOBOAUIIM € UCIIOIb30BaHUEM Ha0Opa peareHToB AJis epMEHTaTUBHON
dparmentarun JIHK «FTP-Display» (JAHK-/ucruteit): 50 M1 peaknMoHHON cMmecu
coneprxanu 80 ur JIHK-matpuier, 50 MkM nurokcurenun-11-dUTP u 6uotun-11-dUTP.
[Tporokon meuenusi Bkmouan ¢parmentauuo npu 37 °C B Teuenune 90 MHUHYT,
BoccTaHoBIeHue U afgeHuaupobanue npu /0 °C B reuenne 20 MuHyT 1 oxyaxaenue 10 10
°C B Teuenue 10 MunyT.

Onucanue nocnegosarensHocteit cat/IHK npuBeaeno Huxke. AMmnudukanuo u
Meuenne 30H10B cat/IHK nmpoBoaunu ¢ momomsto [P ¢ ucnons3oBaHuem npaiiMepos,
npencraBieHHbIX B [lpuno:xkenun 1. [ToxGop mpaiiMepoB OCYMIECTBISICS C MOMOIIBIO
nporpammbl GeneRunner (Bepcust 6.5.52x64 Beta). PeakumonHas cMech 00beMOM 25 MKIT
conepxana Oydep mis Tag-momumepassl (1x), 2.5 MM MgClz, mo 1 MxM mnpsimoro u
obpartnoro npaiimepos, 250 MM dNTP, 1 e.a. Tag-noaumepassi, 80 ur reromuoi JJHK.
Jnst Mmedenust 30H10B KoHueHTparwio dT TP cokpamamm 1o 200 MKM 1 B peakMOHHYTO
cMech A00aBisiii MoauduuupoBaHHbie ocHoBaHus: OHOTHH-11-dUTP (50MkM) win
aurokcurennH-11-dUTP (50mxkM). TIporokomn TP Brimrouan nenatypanuto npu 95 °C B
teuenue 3 MuHyT, 30 mukioB aeHatyparuu npu 95 °C B TeueHue 15 cekyHA, OTXKUT
npaiiMepoB (Temrmeparypa omkura ykasana B Ilpuioxkenun 1) B teuenue 30 cexkyHI U
anonranuio npu 72 °C B teuenue 1 MunyTsl. 71 OIIEHKH Ka4ecTBa MOJIYYEHHBIX 30HI0B

npoBoauiics anekTpodopes B 1% araposnom rene.
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2.12. ®ayopecueHTHasi rHOpuaIM3anus in situ

Jlnst mpoBepkH CeU(PUIHOCTH XPOMOCOMHBIX Oubamotrexk mposoaunu FISH ¢
UCTIOJIH30BAHUEM TTOJTYYEHHBIX 30HI0B Ha MeTada3HbIX IIACTUHKAX Toro xe Buaa. FISH
BBIIIOJIHSUIM 10 CTAHJApTHOMY NPOTOKONY, onmcaHHoMy T. Jlupom C coaBTropamu, C
moaudukarusamu (Liehr et al. 2016).

[Ipemapatsl MeTaa3HBIX XPOMOCOM IMPUTOTABIMBAIN B KaMepe C BIAKHOCTHIO 50-
60%. Yka3aHHas BIIaXKHOCTb JOCTHTajiach IyTeM HarpeBaHus BoassHou 6anu g0 60 °C. Ha
BJIQ)KHBIE OXJIAKJEHHBIE NMPEAMETHBIE CTEKJIa HAHOCWIM KaIUII0 KJIETOYHOW CYCIEH3UU
obovemMom okxoso 20 MKII, Mpemapar MOMEMIATd Ha IMOACTaBKY B BOJSHOW OaHe s
YIIyYILIEHUs] pacIUIaCThIBAHUS XPOMOCOM, @ Ha KaIlll0 CYCIIEH3UH C KJIETKaMH J100aBIsIIn
50 mxn ¢ukcaropa. Jlis mpoBepkH KadecTBa IPEmapaToB HCIOIB30BAIA CBETOBOM
MUKPOCKOT ¢ (pa30BBIM KOHTPACTOM.

Janee npenapatsl nporpeBanu B TeueHnn 30 MuHyT mipu Temreparype 60 °C, a
nocie oopabareiBanu pactBopom rerncuHa (0.001% nencun B 0.01M HCI) 5 MmunyT nipu
KOMHAaTHOM Temmnepatype. [jisi ocTaHOBKM JIeWCTBUA METICUHA MpenapaTbl UHKYOUpOBaIu
5 munyT B pactBope 2xSSC.

JIHK 30n70B neHatypupoBanu npu 96°C B TedueHue 5 MHMHYT, a 3aTeM
BoiiepkuBain 40  wMunHyr Tmpu 42°C  ngns peHATypalMd  TTOBTOPSEOITUXCS
IIOCJIE0BATEIBHOCTEN. B KauecTBe cynmpeccopa MOBTOPSIOLIUMXCS MOCIEI0BATEIBHOCTEN
UCI0JIb30BaNU (hparMeHTupoBaHHy1o renoMuyto JIHK uccrnemyemoro Buaa, BbIACIEHHYIO
panee ¢ momoiisio GeHon-xaopohopmuoro meronaa (Sambrook and Russell 2006).

Jlenatypanuio MetadaszHBIX XPOMOCOM MPOBOAWIM Ha BojasHou Oane B 70%
pactBope hopmamuaa B 2xSSC 1 munyty npu 70°C, 3ateM mpenapatbl MPOBOIUIH TIO
cepun oxnaxaeHHbIX 10 -20 °C cnupToB (70%-80%-96%). Ha BeIicyIIeHHBIC TpemapaThl
HaHOCUJIM MO 15 MKJ mpeaBapUTENbHO MOATOTOBIEHHOTO 30HJa B TMOPHAMU3AIIMOHHON
CMECH, HAKpBIBAJIIM TMOKPOBHBIM CTEKJIIOM U 3aKJICMBAJIM PE3WHOBBIM KJIEEM IS
NPEIOTBPAIICHUS BBICHIXaHUSI.

I'm6punmzammio  mpoBoaunu 18 wacoB mnpu  Temmeparype 42°C. Ilocne
rHOpHUIN3aIIH TIpenapathl OTMBIBANN 1 MuHYTY B 2XSSC Nprt KOMHATHOM TeMIleparype,
3areM o 5 muHyT pu S50 °C B cepun pactBopoB SSC (0.4xSSC, 0.2xSSC, 0.2xSSC). [ns

6J'IOKI/IpOBaHI/I$I HGCHGHI/I(l)I/IqGCKOFO CBA3bIBAHHA AHTUTCII Ha TMperaparbl HAHOCHUIIN
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omoxupyromuii pactBop (4xSSC, 5% cyxoro 00e3KUPEHHOTO MOJIOKA) M MHKYOUPOBaIu
B Teuenue 20 munayT npu 42 °C.

Brisinenune JIHK-30H10B, ME4YeHHBIX OMOTHMHOM, MPOBOJUIOCH B HECKOIBKO
sTanoB. Ha mepBoMm sTarne Ha npenapat HaHOCWJIM PACTBOP aBUJIMHA, KOHBIOTUPOBAHHOTO
¢ FITC (2.5 mr/mi), 3aTem pacTBOp OMOTHHHIMPOBAHHBIX aHTUTE MPOTHUB aBUAMHA (2.5
MI/MIT), @ TIOCJIE CHOBA PacTBOp aBHIMHA, KOHBIOTUpOoBaHHOTO ¢ FITC (2.5 mr/mi). [Tocie
HAHECEHUS KaXJI0Tro U3 PacTBOPOB npenapat nukyouposanu npu 42°C B reuenue 30 MuH,
a m30bITOK anTUTeN oTMbIBaIM Tipu 46°C B 4XSSCT 3 pa3a no 5 MuH. BeisiBiIeHHE 30H/I0B,
MEYECHHBIX JIUTOKCUTC€HHMHOM, IIPOBOIMIIN C UCIIOJIb30BaHHEeM pacTBopa Anti-digoxigenin-
Cy3 (1,5 mr/mn) nipu 42°C B Teuenune 30 muH. M30bITOK aHTHTEN OTMBIBaIH Iipu 40°C B
4xSSCT 3 pa3a no 5 mun. [anee npenapatsl ononackuBanu B 0.2xSSC, npoBoaunu mo
cepun criuptoB (70%-80%-96%) u BeicymmBanu. Ha cyxue cTekiia HAaHOCHIIH Cpery JJIs
ummyHouroopectiennnun ¢ kpacutenem DAPI (Vector Laboratories) m HakpbiBamu
YHCTHIMU TTOKPOBHBIMU CTEKJIAMHU.

AHanu3 mpenapaToB MPOBOIWIM Ha (QUIyopeclieHTHOM Mukpockore BX53
(Olympus, Snonwus), caadxennom CCD-Buneokamepoii JenOptic (JENOPTIK Industrial
Metrology Germany, TI'epmanms). s o00paOOTKM MEPBUYHBIX  HM300paKCHHIMA
UCTIOJIb30BaNIOCh TIporpammHoe obecrieueHue VideoTest-FISH (BuneoTecT). Spkocts u

KOHTpACT U300pakeHn perakTupoBainch ¢ momoinbto Corel PaintShop Pro X2 (Corel).

2.13. CexBeHHUpPOBaHHE M AHAJIN3 JAHHBIX

Xpomocomocnenudpuunsie JJHK-6mnbnuorexkn nis Bcex Bugos, renomuas JJHK S.
malachiticus u C. mitratus 6pLIH TOATOTOBJICHBI IS CEKBEHUPOBAHMS C UCIIOJIb30BAHHEM
Habopa TruSeq Nano DNA Prep Kit mist 6MOauoTeKk HU3KOH MPOMYCKHOM CIOCOOHOCTH
(Ilumina). CexBeHrpOBaHUE B PSIKUME MOMAPHBIX MPOYTCHUI MPOBOIMIN HA TUIATHOpPME
[llumina MiSeq ¢ ucnonp3oBanuem Habopa peareHtroB V2, 600 mukmoB Ha 6aze LIKII
«MonexynsipHas u kinetoynast 6nonorus» UMKB CO PAH u LIKII «I'enomuka» CO PAH.
Cpenusisi AUHA MOJTYYEeHHBIX TpouTeHuit coctasmiaa 300 1. H.

I'enomuas JIHK C. calyptratus 6si1a npuroToBicHa ¢ moMoinbio Habopa MGIEasy
Universal DNA Library Prep Set (MGI) mis cekBenupoBanus Ha miatrpopme MGI Ha 6aze
LKII «I'enomuka» CO PAH. CexkBeHupoBaHME B pEXUME NOMAPHBIX MPOUYTEHUMN

NPOBOIMIOCH ¢ HcHojb3oBanueM Habopa DNBSEQ-G400RS High-throughput
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Sequencing Set (FCL PE100) na 6ase LIKII «I'enomuka» CO PAH. Cpenuss miuHa
MOJTyYeHHBIX MpouTeHuit coctaBuia 200 1. H.

[Tonyuennsie nocnenoBatenbHocTd JIHK Obuin nenonHupoBaHbl B 0a3y JaHHBIX
NCBI SRA mnon caeayromumu HoMepamu: PRINA616430 - xpomocoMocnennpuaHbie
JHK-6ubmmorexkn S. malachiticus, PRINA832590 - xpomocomocnenuduunsie JJHK-
ouommorekn C. calyptratus, PRINA945407 - xpomocomocneruduunsie JHK-
oubmmotexu C. elegans, SRR20394369 - renomuas JIHK C. calyptratus.

PesynpTaThl  cexBeHMpoBaHUS ~ Xpomocomocrneuupuunbix  JTHK-6ubamorex
oOpabaTpIiBal ¢ HCHoOJb30BaHMEeM KoHBeiepa «DOPseq analyzer» (Makunin u np.,
2016). Hcronp30oBasiu CIEAYIONIME MapaMEeTPhl: JUIT OOpE3KH MPOYTEHHH «ampy» ObLI
ycraHoBiieH Ha «dop», oOpe3ka amantepa lllumina Obima BkItOueHa W yKa3aHBI
JOTOJTHUTENIbHBIC MapaMeTphl «cutadapty «—trim-n—minimum-length 20». O6paboranubie
NPOYTEHUSI OBLIM COIMOCTABICHBI C TEHOMaMH CEBEPOAMEPHKAHCKOTO KpPAaCHOTOPIIOTO
anoiuca (Anolis carolinensis, AnoCar2.0), »a0oBHIHON IJIOCKOPOTOM SIICPHIIBI
(Phrynosoma platyrhinos, PPL, MUOH_PhPlat 1.1) u mnsraucToro »syoOnedapa
(Eublepharis macularis, EMA, Emac_v1.0.1), 3arpy>keHHbIC U3 OTKPBITOM 0a3bl JAHHBIX

(www.ensembl.org). Jlas comocTaBieHHS TMPOYTEHHH KW TEHOMOB HCIIOJb30BaJIC

anroput™ BWA MEM c mapamerpamu o yMOTYaHHUIO U JTOMOJHUTEIBHBIMU (PUIETpamMu
(Munumanbabii MAPQ = 20 u MmuHMManbHas aauHa BoipaBHHBaHus = 20). Jlns
UACHTU(QUKALMN CUHTEHHBIX OOJiacTell HUCronb30Baiu ckad@oiabl, COOTBETCTBYIOLIUE
OTIIeTIBHBIM XpoMocoMaM, U ckaddomnast pazmepom 6oiee 50 k6. KimroueBsiM mapameTpom
B BbIBoJie «DOPseq analyzer» nnst ompeneneHusi CHHTEHHH MEXIy MPOYTECHUSIMU,
MOJIyYeHHBIMHU TIOCTIE CeKBEHHpoOBaHUsS Xxpomocomocnenuduunbix JHK-Oubnuotek, u
UCIIOJIb3YeMbIMH TeHOMaMH siBisieTcst Pd_mean. JlaHHbIil mapaMeTp npeacTaBiseT co0oi
CpeHee pacCTOSHUE MEXIy Mo3uuusaMu ckaddonma, KOTOpbIE OXBaTBIBAIOTCS
nokazaHusiMu cekBeHupoBanus. LleneBbie ckaddonapl xapakTepusyrorcs 6ojiee HU3KUM
3HaueHueMm Pd_mean, a 3arps3HeHHbIC cKaddoyapl XapakTepus3yroTcs 00jee BHICOKHUM
3HayeHueM pd_mean.

[Touck Hambosee pacmpoCTpaHEHHBIX MocieaoBaTenbHOCcTe catemmtHOW JIHK
(cat/THK) B reHomMax wuccienyemMblX BHJIOB IPOBOJMIM C IOMOIIBIO IPOrpaMMbI
RepeatExplorer2 u unctpymenta TAREAN (Tandem REpeat ANalyzer) (Novak et al.

2013, 2017). HeoOpabortanusie mnpoutenusi reHomuoir JIHK oGpesanm ¢ momomibto


http://www.ensembl.org/
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uHcTpymeHnta  fastp i yaanmeHus — aJanTepHbIX M HU3KOKAYECTBEHHBIX
HOCJIEZIOBATEILHOCTEH, IMOCAe 4Yero HCIoap30Baal mnporpamMmy RepeatExplorer co
CTaHIAPTHBIMH  HAacTpoWKamu. Pe3yiapTaroM TmoOHWCKa  SBISUIMCH  KOHCEHCYCHBIC
nocnenoBarenbHocTn  catesuiuTHo  JIHK, kotopble ompeneneHsl HMHCTPYMEHTOM
TAREAN kak npeanonaraemsie kiactepbl cat/[HK ¢ BbICOKONH M HHM3KOH CTENEHBIO
noctoBepHocT. CTENeHb JOCTOBEPHOCTU OIpPEAENsAeTCs MPOrpaMMOi IMpH IMOjACYETe
TaKUX IOKa3areiel, Kak WHAEKC CBsA3aHHOCTH KommnoHeHTOB (the connected component
index, C) u unnekc moHoTH! mapsl (the pair completeness index, P) (Novak et al. 2017).
[ToBTopsitomuecs: mocnegoBarenbHoctTd JIHK, umeromme mapamerper C=1 u P=lI,
ONpEAENSAIOTCA MNporpaMmon Kak mpeamnonaraeMeie knactepbl cat/I[HK ¢ Beicokon
CTENEHBIO JTOCTOBEPHOCTH, a MOCIe0BaTeIbHOCTH co 3HaueHusimu P > 0.4, C > 0.7 kax
kinactepsl cat/I[HK ¢ Hmskoit crenenpio mocroBepHoctn (Novak et al. 2017). Bce
oOHapy’>KeHHblEe  IOCJIEIOBAaTENIbHOCTH  mpennosiaraeMelx  kinactepoB  cat/lHK
MCIIOJIb30BAIIUCH JIJIS TOJI00pa MpaitMepoB U MOCIIEAYIOIICH JIOKaTU3alu Ha MeTada3zHbIxX
XpPOMOCOMaX.

Taxxe mnocnenoatenbHocTH caT/JHK cpaBHWIM ¢ omyOIMKOBaHHBIMU paHee
MOCJIeIOBATEILHOCTAMU B OTKPBITHIX O0a3ax maHHbIX: NCBI BLAST (Johnson et al. 2008)
u RepBase (Kohany et al. 2006) s moncka TOMOJIOTHYHBIX ITOCJICAOBATEIIBHOCTEH.
Koncencycubie mocnenoBarenproctn car/IHK C. calyptratus Obun 3arpyeHbl B
OTKphITYl0O  0Oazy  mamnbix  GenBank  (OP297933-OP297937), KOHCEHCYCHBIC
nocinenaosarenbHocT cat/IHK S. malachiticus u C. mitratus npuseaens! B [IpuiokeHun
2.
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3. PE3YJIBTATDBI

3.1. T'eHeTHYecKHi COCTAB MOJIOBBIX XPOMOCOM 3a00PHOIi MaJIaXMTOBOWH HTyaHbI
(Sceloporus malachiticus, SMA)

3.1.1. IlutoreHeTHyeckmii ananau3 kapuoruna S. malachiticus u moxy4yenue JHK-
0MO0JIMOTEK, cienu(PUUHBIX JJIsl MOJOBBIX XPOMOCOM
Kapuotun 3a0opHO# MagaxuToBOH wHryaHbl (2N=22), MOJIY4YEHHBIH B JaHHOM

pabote, cootBeTcTByeT ommcanHomy panee (Hall 2009) u cocroutr u3 6 map
MaKpOXpPOMOCOM U 4 map MHKPOXPOMOCOM, a Takke X- U Y-XpOMOCOM IMPOMEXKYTOUHOTO
pasmepa. [Ipu mpoTOYHOI COPTHUPOBKE CYCIEH3UU MeTadazHBIX XPOMOCOM 3a00pHOMU

UTyaHbl ObUT IOJTYYEH MPOTOYHBINA KapuOTHUI, cocTosumii u3 12 mukos (Puc. 3).

SMA_E=5 =3
384 :

SMA_F=6 w8

Xéxct 33258

| SMAL=8 .~ §MA G=X

: ; l }4 SMA_H2=Y
128 i SMA_J2= 10

&* - |_,>f' \SMA_HI=7
'SMA_J

S 1=9
rs—_gg’ 0 128

256 384 512)

128 256 384 512
XpomomuumH A3

Pucynox 3. Ilpotounsiii kapuotun S. malachiticus. O6o3HaueHHsS MUKOB U UX
COOTBETCTBHE HOMEpaM XpOMOCOM YKa3zaHbl CTpeiakamu, Hampumep, “SMA D=4
o3Havaet, yto UKk D comepxkur JJHK xpomocombr SMA4. Ha ocsix X u Y ykazaHa

MHTEHCUBHOCTH (hyopecteHInn piayopoxpomoB xpomoMuiina A3 u Xéxct 33258.

Jlokanu3anusi 30HI0B, CO3JaHHBIX Ha ocHOBe copTuHTOBBIX JIHK-OmGmmorex S.
malachiticus (SMA), Ha wmeradasHbIX XpOMOCOMax TOrO JK€ BHJA TOKa3zaja, YTO
OOJNIBIIMHCTBO W3 HUX SBISIIOTCS XpomocoMocneunpuunsivu. JBe JIHK-6ubnmorexu
OKpAIINBAJIY MOJIOBBIE XPOMOCOMBI, IIPH 3TOM OnbImoTeka, coorsercTByomas SMAX, ue
okpamuBana DAPIl-nmo3utuBHBII  Om0k  Ha  Y-XpoMocome, a  OuOIMOTeKa,
cootBercTBytomass SMAY, He okpammBaia y4yacTOK B MEPUIICHTPOMEPHOM paiione X-

xpomocomsl (Puc. 4: a, ).
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Pucynok 4. (a) FISH ¢ 3oumamMu, cienuduaHbIMU 71T XpOMOCOMBI X (KpacHBIH,
SMAX) u xpomocombl 7 (3eneHbiii, SMA7) Ha MeradasHbIX IUIaCTHHKAaX camia S.
malachiticus (SMA). (6) FISH ¢ 3on1amu, crienuuuHbIME 11 XpOMOCOMBI Y (KpacCHBIH,
SMAY) u xpomocombl 7 (3eneHbiii, SMA7) Ha MeradasHbIX IUIaCTHHKAaX camiia S.
malachiticus (SMA). (c) C-okpamuBanue meradasHBIX XpoMocoM camiia Sceloporus
malachiticus. CtpenkamMu oTMedeHBI MAaKpOXpOMOcoMbI 1-6, monoBeie XxpoMocoMbl XY 1

xpomocoma 7. MacmTa6: 10 Mxm.

C-okpalivBaHue C HCHOJIb30BaHUEM (IIyOPECUEHTHBIX KpacuTelel BBISBUIIO
HeOobime DAPI-Io3uTHBHBIE pailoHbI B IEPUIICHTPOMEPHBIX yUaCTKaX BCEX XPOMOCOM.
XpoMOMUIIMHA 3-TTIO3UTUBHBIE OJIOKU JIOKAJTU30BAIUCH B MIEPUIICHTPOMEPHOM pailoHe p-
iedya XpoMoCOMbl 1, AMCTAaNbHBIX YacTAX p- U (-TUIeY XpOMOCOM 2 W 3, NUCTaJIbHBIX
KoHIIax xpomocoMm 4, 5, 6 u XY (Puc. 4: ¢). XpomomuiinH A3 okpaimvBall JUCTaTbHBIN
KOHeII J-Tuieya MaKpoXpoMOCOMBI 2, rjie pactofioxkeH jJokyc 45S p/IHK (ITpusoskenne 3,
PucyHnok 16). C-nio3uTHBHBIC OJIOKH C pABHOMEPHBIM pacipeesicHHeM (QyopecieHTHBIX
KpacuTenel ObIn OOHApyKEeHBI 10 BCEH XpoOMOcoMe 7/, a TaKKe B MEPUIIEHTPOMEPHBIX
paiioHax MOJIOBBIX XPOMOCOM, IPHU 3TOM OJIOK Ha Y-XpOMOCOME OKa3aycs OOJIbIIe, YeM Ha

X-XpomocoMme.

3.1.2. CpaBHuTEeAbHBIH aHAAU3 JaHHBIX cekBeHupoBanus JJHK-0ubamnorex S.
malachiticus
Bce JIHK-OubGmuorexkn cexkBenupoBanmu Ha tiardopme Illumina  MiSeq.
KonuuecTBo nony4yeHHbIX MocienoBaTebHOCTEN BapbupoBaio B peaenax 0,11-0,87 mian
npourenuii Ha JIHK-OumOmmorexky. Mpbl cpaBHWIM TOJNy4Y€HHbIE MPOYTEHUS C

OHY6J’II/IKOBaHHBIM paHeC TCHOMOM CCBCPOAMCPHUKAHCKOI'0O KpPACHOT'OPJIOIO aHOoJIMCa
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(Anolis carolinensis, ACA, AnoCar2.0) ¢ nomompto kouseiiepa DOPseq_analyzer

(Makunin et al. 2016). CpaBHUTCIBbHBIN aHAIU3 pe3yNbTaTOB cekBenupoBanus JIHK-

oubmmotek S. malachiticus mokasan, 4YTo OOJBIIMHCTBO MAaKpPOXPOMOCOM 3a00pHOI

HUI'yaHbl COOTBCTCTBYIOT TAKOBBIM Y aHOJIMCA, KPpOMC IBYX HCKJIFOYCHHUI: HEOOIBIINE

yaactku SMA2 u SMAG okazanuce optoioruunsl pparmentam ACAL.

BoabImMHCTBO MUKPOXPOMOCOM 3a00pHOM UT'yaHbl ObLIIM 00pa30BaHbl B pe3yJIbTaTe

CIIUSTHUSI KaK MUHHMYM JIBYX Tap MPeAKOBbIX MHUKpoxpomMocoM (Tabmuia 1).

Tabmuna 1. CxoxerBo xpomocoM S. malachiticus ¢ xpomocomamu A. carolinensis

S. malachiticus xpomocomo- Anolis carolinensis
crnenuduunsie [JHK-6ubnuorexu
1 1
2 2,1
3 3
4 4
5 5
6 6,1
X X, 11, 16, 17, 18
Y 11,16, 17,18
7 15
8 7,10
9 9,14
10 8,12

B

Hauboinbliee KOJIMYECTBO CIUSTHUN I/IJIGHTI/I(i)I/IIII/IpOBaHO AJI TIOJIOBBIX XPOMOCOM.

COCTaBcC

X-XpOMOCOMBI

ObUT  OOHAPYXKEHO

CIUSIHUE CHUHTEHHOU

IPyIIIIBI,
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COOTBETCTBYIOIICH MTPEIKOBOM MMOJI0BOM XpoMocoMme uryaH kiaabl Pleurodonta (ACAX) ¢
yeThippbMs ayTocomamu (Tabmuia 1). TlpumeyarenbHO, YTO MBI HE OOHAPYKHIH
3HaYUMOTO CXOJCTBAa IIOCIEAOBATEIBHOCTEN Y-XpPOMOCOMBI C CHHTEHHOW TpYIION
ACAX, onHako ObUIO BBIABICHO cx0JicTBO ¢ XpoMocomamu ACAI11, ACA16, ACA17 u
ACAIS.

3.1.3. UnenTudukanus u Jokaausanus nociaenosarejabnocrei cat[HK,
cnenupUYHBIX JJIs1 MOJOBBIX Xpomocom S. malachiticus

B pesynbrare cexkBenupoBanus renomuoir JIHK camma S. malachiticus na
mwiatpopme Illumina MiSeq mbl monyumnu okosio 10 MiH mpoyTeHui, U3 HUX 6,7 MIH
OPOYTEHU  WCIOJb30BaJUCh I TOWUCKAa U aHajdu3a  [OBTOPSIOIIUXCS
TIOCJICIOBATEILHOCTEH ¢ TOMOIIBI0 mporpamMmbel  RepeatExplorer2 u wHCTpymeHTa
TAREAN (Novak et al. 2013, 2017). Pe3ynbraThl aHaju3a MO3BOJWIA BBIACIUTL 17
Hanodosee MPEICTABIEHHBIX HOCJIENOBATEILHOCTEN cat/IHK. Haiinenusim
nocienoarenbHocTsIM  cat/[HK npucBamBanumch Ha3BaHUS € HCIOJIb30BAaHUEM  3-
OykBeHHoro uaeHtudukaropa Buga (SMA), 3a KOTOpeIM ciemoBaia mpucraBka “Sat”,
HOMep KJiacTepa U 0003HaueHue crenenu gocroBepHoctu (H — i nocnenoBaTenbHOCTER
C BBICOKOM CTETNEHBIO TOCTOBEPHOCTH; L — 17151 Ooce10BaTeIbHOCTEN C HU3KOM CTEIEHBIO
noctoBepHoctr). OcHoBHBbIe Xapaktepuctuku cat/JHK mnpusegenst B Tabmuie 2,
KoHceHcycHble nocneaoBarensbHocT cat/IHK npusenens: B [lpuioxenun 2.

Mb1  cpaBHWiIM  mociiemoBarenbHocTd  cat/IHK S, malachiticus ¢
TIOCTIeIOBATEILHOCTSMU U3 OTKPBITHIX 0a3 JaHHBIX M 00HAPY>KHUIITH TOMOJIOTHIO C TEHOMOM
poactBenHoro Buna, Sceloporus undulatus (Boctounas 3abopuas uryana), ais 15 u3z 17
nocienoBatensHocTel (Tadmuma 2). [Tonck roMONIOTHYHBIX MTOCIIEIOBATEIBHOCTEH B Oa3e
naHHbIX RepBase He nan 3HauMMBIX PE3yJIbTATOB.

Ko Bcem nocnenosarensHocTsaM cat/IHK ynanocs nonodpate npaiiMepsl U caenathb
30H/bI, KOTOPbIE MBI JIOKaJIM30Balud Ha MeTadasHbIX xpomocomax S. malachiticus ¢

nomoinpto FISH (Puc. 5, lIpuioxenue 3, Puc. 1, 2).
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Tabmuma 2. OCHOBHBIC XapaKTEPUCTHKH mocieaoBarenbHocTei cat/JHK S. malachiticus.
Hassanune Conepxanue | /[muna | GC- T"omomorus ¢ | JIokanuzamusa mnocinegoBatenbHocTel cat/IHK Ha
HOBTOPSIIOIE- | B BIL. H. | COJIEPXKAaHM | [TOCIIEIOBATEIBHOCTIM | MeTada3HbIX XpoMocomax camia S. malachiticus.
roCs JICMCHTa | KCCIICIOBaHH e (%) u TCHOMOB
BIX YEenIyW4aThIX,
MPOYTCHUSX OIMyOJMKOBAaHHBIX B
(%) 0aze ganHbix NCBI
BLAST*
SMA-Sat14H |0.430 27 33.3 Sceloporus undulatus | Curnasnsl B IepUIICHTPOMEPHBIX pailoHaX BCEX Map
XPOMOCOM.
SMA-Sat79H |0.070 63 66.7 Sceloporus undulatus | MatepcTunmanbabie curHansl Ha 1p, 2q, 34, 49, 59
JuctanbHble curnansl Ha 6p, 8p, Xp, Y(
SMA-Sat133H |0.025 144 45.1 Sceloporus undulatus | CurHanbel B EpUIICHTPOMEPHBIX palloHaxX P- u Q-

miIcuax XpoMOCOMBI 1, I/IHTCpCTI/II_II/IaJIBHEJﬁ CHUIrHall

Ha 2p.
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SMA-Sat142H

0.023

19

42.1

WuTepcTunivanpHblii CUTHANI Ha 8p, HaOmrogaercs
nosmmMopdu3M B paclpenelieHUd CHUTHAJIOB: Ha
OJHOM W3 TOMOJIOTOB HAaOJIOHAaeTCd CJIaO0bIit

paccestHHbIN CUTHAJI, HA BTOPOM — SIpKUM OJIOK

SMA-Sat144H

0.022

57

40.3

Sceloporus undulatus

CurHasibl B MEpUIIECHTPOMEPHBIX paiioHaxX p-Iijieda

X-XpOMOCOMBI U (-Tieya Y -XpOMOCOMBI

SMA-Sat50L

0.140

85

58.8

Sceloporus undulatus

Curnan B C-mO3UTUBHOM paiioHE Y-XpPOMOCOMBI,

paccessHHbIA CUTHAJ Ha ayTOCOMax

SMA-Sat63L

0.099

84

42.9

Sceloporus undulatus

CurHanel Ha IUCTAJIbHOM KOHUE 2P, KOTOPBIA KO-
nokanuzyercs ¢ 45S p/IHK, nokanuzanust Ha Bcei

Xpomocome 7

SMA-Sat71L

0.083

88

57.9

Sceloporus undulatus

Curnan B C-MO3UTUBHOM paiioHE Y-XpOMOCOMBI,

paCCCHHHBIﬁ CUTHAJI Ha ayTOCOMaAx
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SMA-Sat83L | 0.064 58 60.3 - CurHayl Ha  JUCTAIBHOM KOHIE 19 ®
WHTCPCTHIIMATIBHBIA CHTHA Ha lp, CHUTHAIBI Ha
muctaibHoM 20 u B C-mo3uTtHBHOM paiione Y-
XPOMOCOMBI

SMA-Sat84L | 0.060 74 59.4 Sceloporus undulatus | PaccessHHbIii curHan Ha aytocomax, 0ok B C-
MO3UTHBHOM paiioHe Y -XpOMOCOMBI

SMA-Sat85L | 0.060 69 47.8 Sceloporus undulatus | BelpaykeHHBIH HHTEPCTUIMANBHBIA CUTHAJI Ha 1,

i 1

SMA-Sat86L | 0.059 112|464 Sceloporus undulatys | 20PIe CHIHAIEL B AHCTAIBHOM padoHe lp u
MHTEpPCTULIAJIbHOM paiioHe 1q

SMA-Sat100L |0.050 28 42.9 Sceloporus undulatus | Cursan B mepuIeHTPOMEPHOM PaliOHE XPOMOCOMBI
1, paccessHHBII CUTHAN Ha OCTAJIBHBIX XPOMOCOMaX

SMA-Sat122L. | 0.030 60 56.7 Sceloporus undulatus | PaccessHHBIif curHasi Ha ayTtocoMmax, ciabo
BbIpaKEHHBIN 0710k B C-MO3UTHUBHOM paiioHe Ha Y -
XpOMOCOMeE

SMA-Sat128L |0.027 69 50.7 Sceloporus undulatus | Beipaskennsiit curnan B C-mmo3uTHBHOM paiione Y-

XpOMOCOMBI, cja0ble paccessHHbIE CHUTHAJbI B
NEPULICHTPOMEPHBIX  palloHax  OOJBIIMHCTBA

XpOMOCOM
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SMA-Sat181L |0.011 65 53.9 Sceloporus undulatus | Curaan B aucranbHOM paiioHe 2p, Onok B C-
MO3UTHBHOM paifoHe Y-XpOMOCOMBI
SMA-Sat186L |0.010 67 50.8 Sceloporus undulatus | Curaan B C-mo3uTHBHOM paiioHe Y-XpOMOCOMBI

*He meHee 70% moxpeitst U 70% romonorun
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SMA-Sat71L
SMA-Sat71L

SMA-Sat84L
SMA-Sat84L

SMA-Sat133H SMA-Sat133H
1 14

Y X Y- X

2 X 2

SMA-Sat122L SMA-Sat122L

SMA-Sat181L SMA-Sat181L

A
P

Pucynok 5. [Ipumepsr pesynsratoB FISH ¢ 30Hmamu k mociemnoBaTenbHOCTIM
cat/IHK Ha Mertadasubix xpomocomax camiia S. malachiticus. B kaxmoit cTpoke ciesa
HarpaBo: uHBeptupoBanHass DAPI-okpacka; nokanu3zanus OMOTUHUIMPOBAHHOTO 30HA;
JIOKaIu3amus 30HJa, MEUEHHOIO JUTOKCUTEHMHOM; COBMelleHue cioeB. CTpenkamu

yKa3aHbl XpOMOCOMBI, Ha KOTOPBIX JIOKAJIM3YIOTCs curHaibl. Macmra6: 10 MM
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Pesynbratel rubOpummsanuu 30Hm0B K cat/[HK Ha wmetadasznbix xpomocomax
nokaszanu, yto 11 u3 17 mocnenosarensuoctedt cat/JHK (SMA-Sat-14H, SMA-Sat-79H,
SMA-Sat-144H, SMA-Sat-50L, SMA-Sat-71L, SMA-Sat-83L, SMA-Sat-84L, SMA-Sat-
1221, SMA-Sat-128L, SMA-Sat-181L, SMA-Sat-186L) nokaau3yroTCcs Ha IOJOBBIX

xpomocomax S. malachiticus (Puc. 6, Tabnuna 2).
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Pucynok 6. Jlokamusamus mnocienoBarenbHocTeld cat/[HK Ha wMetadaszabix
xpoMmocomax camma S. malachiticus mnocme mposenenuss C-mpenoOpaboOTKU U
okpamuBanus ¢uyopecrieHTHbIME Kpacutensmu (DAPI, xpomomunuua A3). IlBeToBas
KOJMPOBKA CATCJUTUTHBIX IOCJICIOBATEIBHOCTEH TIPUBEJICHA TIOJ KapHOTPaMMOM.
Crpenku yka3plBaloT Ha pacnonoxkenue kiactepoB catlHK; pasmep crpenok
COOTBETCTBYET HWHTEHCUBHOCTH CHUTHaNa. YepHbIE TOYKM YKa3bIBAIOT IOJOKEHUE

LIEHTPOMEDBI.

[Mocnenosarensaoct SMA-Sat144H u SMA-Sat186L OpuIn BBIABIEHBI TOIBKO HA
MOJIOBBIX XpoMocoMmax, mpu 3ToM 30HI SMA-Satl44H moxkaszan curHaigbl OJMHAKOBOM
MHTEHCUBHOCTH Ha oOoux romojorax, a SMA-Satl86L nokamu3oBanachk TOJIbKO Ha Y-
xpomocome. Cat/IHK SMA-Sat50L, SMA-Sat71L, SMA-Sat84L, SMA-Sat122L, SMA-
Satl28L dopmupoBanu BBIpaKEHHBIE CHUTHAIBI MPEUMYIIECTBEHHO B C-TMO3UTHBHOM

pailoHe Y-XpOMOCOMBI U JaBajM pAacCESIHHbIA CUTHAJl Ha ayToOcOMax. 3OHJIbI C
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nocnenoBarenbHOCTIMUA SMA-Sat83L 1 SMA-Sat181L, momMumMo OCHOBHOIO CUrHaja Ha
Y-xpoMocome,  BBISBISIOT — JOMOJHUTENbHbIE  OJIOKM Ha  MaKpOXpPOMOCOMaX.
[TocnenoBatensHocTh  SMA-Sat-79H  Oplma  jmokanw3oBaHa  BO — MHOXKECTBE
UHTEPCTHUIMATBHBIX OJOKOB Ha MakpoxpomocoMax (Tabmuia 2), mpu 3TOM Ha MOJIOBBIX
XpOMOCOMax OHa JIOKAJIM30BAJIaCh HAa JUCTAIBHBIX KOHIAX P-THieda X-XPOMOCOMEBI U (-
wieda  Y-xpomocombl  (IIpuioxkenune 3, Puc.l: a). 3oHa, coaepKaiimii
nocienoBarenbHocTh SMA-Satl4H rubpuauzoBaics B MEPUIICHTPOMEPHBIX paiioHaxX
Bcex xpomocoMm (Ilpuioxkenue 3, Puc.2: a)

[Tockonpky OOJBITMHCTBO HAWACHHBIX IMocaeaoBaTenbHOCTed cat/[HK wmenn
YYaCTKH TOMOJIOTMHM C TeHOMaMH JIPYTMX BHJIOB M3 poja SCEloporus, Mbl MOMBITATHCH
JIOKQJIM30BaTh MOJyYeHHBIC 30HABI Ha MeTa(a3HbIX XpPOMOCOMAax Camila POJICTBEHHOTO
Buaa, Sceloporus variabilis (po3oBoOproxas 3abopHast uryaHa), KyJabTypa KJIETOK
KoToporo Obuta B3aTa B «Kpnobanke xkynpryp kinerok» UMKB CO PAH. Tonbko onun
301, SMA-Satl00H, rubpuau3oBaics ¢ y4aCTKOM JUCTAIBHON YacTH KOPOTKOTO Tuieda

xpomocomsi 1 S. variabilis (ITpuioxenne 3, Puc. 2: r).

3.2. Ilouck mpeamnoJiaraeMbIX MOJOBBIX XPOMOCOM ieMEHCKOT0 XameJieoHa
(Chamaeleo calyptratus, CCA) u ana1u3 UX reHeTHYECKOro COCTaBa

3.2.1. UnenTudukamus npeamnojgaraeMbix mojoBbix xpomocom C. calyptratus
Kapuotun #temenckoro xamencona Chamaeleo calyptratus (2n =24) conepxan 6
nap MakpoxXpoMocoM M 6 map MHKPOXPOMOCOM, YTO COOTBETCTBYET JIMTEPATYPHBIM
nanaeiM (Rovatsos et al. 2017b). TIporounsrit kapuorun C. calyptratus conepxur 11

nukoB (Puc. 7).

Xéxct 33258

o 128 256 3&4 512
XpomomuumH
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Pucynok 7. IIpotounsiii kapuotun C. calyptratus. O6o3HaueHust THKOB (YKa3aHbI
CTpEJKaMH) COOTBETCTBYIOT HoMepaM XpomocoM. Ocu X u Y. HHTCHCUBHOCTBH

bayopecueHInu sl Kaxa0ro Guyopoxpoma.

FISH ¢ meuensiMu 30HIaMK Ha MeTadasHbix xpomocoMax camima C. calyptratus
BBISIBUJIA COOTBETCTBHUE OOJIBIIMHCTBA TUKOB OJHOM Mape XpoMocoM. TOJIbKO OAMH 30H
OKpaIiuBai ase napbl xpomocoM (xpomocomsl 10 u 11) (Ilpuno:kenune 3, Pucynok 3).

Jlns ompenenenus mojoBeix xpomocom C. calyptratus mer mcmonb3oBamu TT1P-
acCOIIMMPOBAaHHOEC KapTHPOBAaHHWE paHee ONUCAaHHBIX Y-crnermupuunbix RAD-seq
MapkepoB (M2, M3, M11, M12, M13) c ucnons3oBanueM B kauectBe matpuiibl JJHK-
oubmotek, cienuuaHbIX s otaebHbIX xpomocoM (Nielsen et al. 2018). Cpenu nisatu
MapKepoB TOJBbKO Mapkep M2 noka3zan moctoBepHslil [ILIP-poaykT, cooTBETCTBYHOIIUI
xpomocome 5. [TomydeHHbIN pe3ynbTaT yKa3bIBaeT HA TO, YTO XPOMOCOMA 5 MOXKET ObITh

npernoaaracMoi mapoit moyoBsix xpomocom y C. calyptratus (Puc. 8).

1 2 3 4 5 6 7 8 9 10 12 L

L
e 11
-= p— g 500 n.H.

200 n.H.
100 n.H.

Pucynok 8. Dnexrpodoperpamma pesynbratoB kaptupoBanus RAD-seq mapkepa
M2 B xpomocomocnenupuunbix JIHK-6ubnmorexkax camma C. calyptratus. Hudpsr
COOTBETCTBYIOT XpoMocoMHbIM HoMepaM JIHK-6ubnrotek C. calyptratus, momydyeHHBIX ¢

NOMOMIBIO ITpoToyHOro coptunra. L — JIHK-mapkep.

3.2.2. CpaBHUTe/IbHBII aHAJM3 TaHHBIX cekBeHUpoBanus JTHK-0udauorex C.
calyptratus
Bce xpomocomocnenudpuunsie JIHK-OouOmmoreku C. calyptratus  Obutn
CCKBEHHUPOBAHbI C HHU3KMM MMOKpbiTHeM Ha tutatdhopme MiSeq Illumina. KomuyectBo

MOJIyYEHHBIX TTPOUTEeHH BapbupoBaiio B npenenax 0,24-0,35 mun Ha JIHK-O6ubnuoteky.
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MBI CpaBHUIIK TIPOYTEHHS C OMyOINKOBAHHBIMU PaHEe TEHOMaMH CEBEPOAMEPHKAHCKOTO
kpacHoropioro anoiuca (Anolis carolinensis, ACA, AnoCar2.0) u xa0oBHIHOU
wiockoporoit  simiepuniel - (Phrynosoma  platyrchinos, PPL, MUOH_PhPlat_1.1) ¢
noMoinpio  kouBeiiepa DOPseq_analyzer (Makunin et al. 2016). CpaBHenue
nocienoBaTenbHOCTel xpomocoMm C. calyptratus ¢ peepeHCHBIMU T€HOMaMU BEISIBIIIO
JIBa CIIUSTHHUS MUKPOXPOMOCOM U YETHIPE CITUSHHSA MAKPOXPOMOCOM C MHKPOXPOMOCOMaMH

B TeHOMe HieMeHcKoro xameneona (Tabmwuma 3).

Tabmuma 3. CxoactBo xpomocom C. calyptratus ¢ xpomocoMamu pedepeHCHBIX

BHUJIOB.
C. calyptratus, Anolis Phrynosoma
XpPOMOCOMO- carolinensis platyrhinos
cnenupuyHbIe
JIHK-6u6anoTeku
Chrl 2 ma2*
15 mi6 (¢par.’) **
16 mi8
Chr2 1 mal
Chr3 3 ma3
18 mill
6 (¢par.’)
Chr4 4 ma4
Chr5 5 mab
X mi9 (X)
Chr6 6 ma6
Chr7 7 mil
14 mi6 (¢ppar.”)
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Chr8 9 mi4
17 mil0
Chr9 8 mi2
Chr10,11 10 mi3
11 mi5
Chr12 12 mi7

* «may» COOTBETCTBYeT Makpoxpomocomam P. platyrhinos, «mi» cootBetcTByeT MuKpoxpomocomam P.

platyrhinos.

** «dpar.» COOTBETCTBYET Y4acTKy XPOMOCOMBI Pe()epEeHCHOTO I'€HOMA, amocTpodbl OTMEYAIOT Pa3HBIC

Y4YaCTKH OAHUX U TEX K€ XPOMOCOM

3.2.3. UnenTudukamusa v Jokajau3anus nocjaeaosareabHocreii catJHK B
renome C. calyptratus
B pesynbrare cexBenupoBanusi remomuoi JIHK camma C. calyptratus Ha
mwiarpopme MGI mb1 monyunnu okono 13 muH npourenuii. Tonpko 6 MIH MpOUYTEHUM
UCTIONB30BAUCH JUIA TIOMCKAa W aHaju3a IMOBTOPSIOMIUXCS MOCIEIOBATEIBHOCTEH C
nomoInpto nporpamMmbl RepeatExplorer2 u unctpymenra TAREAN (Novak et al. 2013,

2017), uto mo3BoIMIIO BBLACTUTH 5 mocienoBarenbHocTel cat/IHK (Tabmuia 4).

Tabnuna 4. OcHOBHBIE XapaKTepUCTHKU mocienoBarenbHocTelr cat/[HK C.

calyptratus.

Hassanue Conepxanue B |muna |GC- I'omouorus c

MIOBTOPSIIOLIErO | UCCIEAOBAaHHbI | B II. H. | COACPIKAHUE IIOCJIEI0BATEIBHOCTAMU

Csl DJIEMEHTA X IPOYTEHHUSX (%) F€HOMOB  YelIyHYaThIX,
(%) OnyOJIMKOBaHHBIX B 0a3e

mauaeix NCBI BLAST*
CCA_sl 0.077 466 35,4 -
CCA s2 0.045 196 38,8 Thamnophis elegans
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CCA s3 0.024 1228 39,1 -

CCA s4 0.13 51 54,9 Varanus komodoensis
Pogona vitticeps

CCA _s5 0.021 880 49 -

*nokpeitie He MeHee 30%, cxoxctBo He MeHee 30%

Mbr  cpaBHmim  mociemoBarenbHoctn  cat/[HK  C. calyptratus ¢
MOCJICIOBATEILHOCTSIMU U3 OTKPBITBIX 0a3 JaHHBIX M OOHAPYXWJIM TOMOJIOTHIO C
reHomMamu derryidateix s nocienoBatenbHocteli CCA_s2 u CCA_s4 (Tabmawuma 4).
[Torck TOMOJIOTHYHBIX IIOCIEIOBATEILHOCTEH B 0Oa3e maHHBIX RepBase nHe npan
pe3ynbTaroB. Jlokanu3aius moaydeHHbIX mocienoBatenbHocTeli cat/JHK Ha meTtadazubix

XpOMOCOMaX IMOKa3aia uX MPUHaUIeKHOCTh ayrocomaM (Puc. 9).

Pucynoxk 9. Pesynsratel FISH ¢ nmpobamu k mocnenoBatensHocTAM caT/[HK Ha
meTadazHbix xpomocomax camiia C. calyptratus. CtpenkaMu ykasaHbl XpOMOCOMBI, Ha

KOTOPBIX BBISIBIECHBI curHayibl. Macmta6: 10 MxM.

[ToToper CCA_S2 u CCA_S5 Ko-ToKanm3oBalINCh C HWHTEPCTUIIUATHHBIMU
TEJIOMEPHBIMU TIOCJIEJIOBATEIBHOCTIMU Ha Xpomocome 1, mpu stom kmactep CCA_s2
JlaBaJl CUTHAJIBI Ha 00oux 1iedax, a kinactep CCA_S5 nokanu3oBajics TOJIBKO B (-Tuieue
xpomocombl 1. TlocnenoBatensHocts CCA_S1 nokanm3oBasiach B NEPULIEHTPOMEPHOU
obmactu xpomocoM 2 u 3, a moBrop CCA_s3 MapKupoBaJl aHAIOTHYHYIO 00JacTh Ha

xpomocome 4. ITlocnmenoBarensHocth CCA_S4 He o00pa3oBbiBajia IUTOTCHETUYECKU
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I/II[eHTI/I(bI/IHI/IpyeMBIX KJIACTCPOB M PABHOMCPHO pacCHpCACICHAa 110 BCEM XPOMOCOMaM

(Puc. 10).

CCAH = o .

51 S2 S3 S5 Tel

Pucynok 10. Jlokanmmzamms mnocnemoBarenbHocTed caT/IHK Ha MetadaszHbix
xpomocomax camiia C. calyptratus, mocie nposenerus C-pe1o0paOdOTKU U OKpAIIABAHHSI
dnyopecuentubiMu  kpacuteiasmu (DAPI, Xpomomunmua A3). llBeToBas KoaupOBKa
CaTeJUIMTHBIX MOCJIEAOBATEIBHOCTEM TMPUBEAEHA TOCIE KapuorpamMmbl. (CTpenku
YKa3bIBalOT Ha pacmnojioxenue kiactepoB cat/lHK; pa3mep cTpenok cOOTBETCTBYET

HMHTCHCUBHOCTH CHUI'HAJIA. qeprIe TOYKH YKa3bIBAIOT ITOJOKCHNUC HCHTPOMCPEI.

3.3. T'eHeTHYeckHii COCTAB MOJOBBLIX XPOMOCOM IOKATAHCKOI0 MOJ0CATOIO
rekkoHa (Coleonyx elegans, CEL) n neHTpajibHOAMEepUKAHCKOT0 T€KKOHA
(Coleonyx mitratus, CMI)

3.3.1. lluTtoreHeTnyeckoe cpaBHeHne MoJIoBbIX Xpomocom C. elegans u C. mitratus
Kapuotun wuccnemoBanHoro B pabotre camma C. mitratus OblT MONHOCTBIO
WJICHTUYCH paHee omucaHHoMy kapuoTuiy camia C. elegans (Pokorna et al. 2010) u
cocTosut U3 14 map akpOIEHTPUUECKUX ayTOCOM M MHOKECTBEHHBIX MOJIOBBIX XPOMOCOM
cuctembl  XiX1XoXo/X1X2Y. Tlpm  stom  Y-xpomocoma — camas  KpyIHas
METallCHTPHYEeCKass XpOMOCcoMa B Kapuotume, a X1 U X2 SBISIOTCS aKpOLCHTPUKAMH
cpennux pasmepoB. Kak u y C. elegans, Xi-xpomocoma C. mitratus Hecsa sApbIIIKOBBIN

OpraHu3aTop, PACIOJIOKEHHBIM Ha JUCTAILHOM KOHIlE JIMHHOrO mieda (Puc.11: a).



(TTAGGG) Chromomycin A3

Pucynoxk 11. (a) PesynwsraTer FISH ¢ 3oumamu k 45S p/IHK u Tenomepnoii JIHK na
MmetagasHbix xpomocomax C. mitratus. CtpesnkamMu 0003HaYCHBI TIOJIOBBIE XPOMOCOMBEI. (0)
— C-okpammuBanue MeTada3Hbix xpomocoM camia C. mitratus. CuHuMil TICEBIOIBET —
DAPI, 3enenniiti —  xpomomuimua A3. (B) FISH ¢ coprunroBsiMu
xpomocomocnenuuunasiva - JIHK-30oamamu  camma  C.  elegans nHa meradasHbix
xpomocomax camia C. mitratus. 3encHbIi TCEBAONBET — 30HMA, COACPKAMMUN Xi1-

XpOMOCOMY, KpaCHBIN — 30H], coaepskantuii Y-xpomocomy. Macmrad: 10 Mxwm.

C-okpammBanue MeTadasHbix xpoMocoMm camia C. mitratus ¢ ucrmoib30BaHuEM
dbayopecuenTHBIX Kpacuteneid DAPI u xpoMomunimaa A3 BBISBUIIO MHOKECTBO OJIOKOB
KOHCTUTYTHBHOTO TeTepoxpoMaTtrHa Ha aytocomax (Puc. 11: 6).

[Mporounsrii kapuotun cammna C. elegans Owin omyOnmkoBaH panee Kacam ¢
coaBropamu (Kasai et al. 2019). Ms1 nokanuzoBanu 30H1b1, conepxkaniue JJHK monoBeix
xpomocom C. elegans, Ha metadasubix xpomocomax camia C. mitratus meromom FISH.
3oun, comepxkamuit JJHK Y-xpomocombl, TUOpuan30Balics ¢ MeETAIEHTPUUYECKON
xpomocomoii (Y) u JBe aKpOLEHTPUYCCKHE XPOMOCOMBI, Ha OJHOW M3 KOTOPBIX ObLIH
Jokanu3oBaHbl kinactepbl pudbocomuor JTHK (X1) (Puc. 11, B). MBI onpeaenuiu 30H1bI,
COOTBETCTBYIOIIHE X1- U X2-XpOMOCOMaM, IyTeM COBMECTHOM rHOpuan3anuy 30H1a K Y-
XpoMOCOMe C ApYyrMMH 30HAaMu u3 Habopa coptunroBbix JIHK-6ubGnmorek. 3onn,
coaepxauuii  X1-XpoOMOCOMY, KO-JIOKaJIU30Bajacsi C 30HJOM, COJAEpXKamum Y-
XpOMOCOMY, IPH 3TOM CUTHAJ pACTIPEACIISICS 110 OAHOMY U3 TuIieY Y -XpOMOCOMBI U OHOM
aKpOLIEHTPUUECKON XpOMOCOMBI, Hecymieil kimactepbl pudbocomuor JIHK (Puc. 11: B).
3o0H1, coaepxkamuid Xo, oKa3zalics KOHTAMUHUPOBAHHBIA OJHOW M3 ayTOCOM, MTOCKOJIBKY
MOMHMO OJHOTO W3 IUIed Y-XPOMOCOMBI OHa THOPHIM30BAJIACh €IIe C Tpems

AKPOOCHTPHUYCCKUMHU XPOMOCOMAMU CXOKUX Pa3MCPOB.
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3.3.2. CpaBHHMTe/IbHBII aHAJN3 TaHHBIX cekBeHUpoBaHus JTHK-0ubauorek,
cnenupuIHBIX M0J0BBIM XpoMocomam C. elegans

[Mockonbky OonbmHCTBO ayrocomubix JIHK-0ubmmorek C. elegans okazammch
cMeIaHHpIMU | 1pH mpoBedennn FISH Ha meradasubix xpomocomax camku C. elegans
OKpammBamu 1o 2-3 mapsl XpoMocoMm, Toibko JIHK-OubmmoTexku, coaeprxamme
nocjenoBaTenbHOCTH  X1-, X2- W Y-XpOMOCOM OBITM CEKBCHHPOBAHBI C HU3KHM
nokpeiTieM  Ha  wiatrpopme  MiSeq  Illumina.  KomudecTBO  MOJNyYEeHHBIX
mocJieoBaTeNIbHOCTEeH BappupoBaio B mpeaenax 0,16-0,32 mumn mpourenmii Ha JIHK-
OnOMoTeKy. MBI CpaBHWIM TOJYYCHHBIE IOCICIOBATCIBHOCTH C OIyOJUKOBAaHHBIMU
paHee reHOMaMH CeBepOoaMepUKaHCKOro kpacHoropiioro anomuca (Anolis carolinensis,
ACA, AnoCar2.0, ynyumennas DNAZoo Consortium) u mnstaucroro syonedapa
(Eublepharis macularis, EMA, Emac_v1.0.1) ¢ momomisio kouBeriepa DOPseq_analyzer
(Makunin et al. 2016) (Tabmuma 5).

Tabmuma 5. CxomctBo monoBbix xpomocom C. elegans ¢ xpomocomamu

pedepeHCHBIX BUJIOB.

C. elegans,
XpOMOCOMO- ] ] ] Eublepharis  macularis
Anolis carolinensis (ACA)
cienupuIHbIC (EMA)
JHK-6ubnuorexu
ACAGQ
EMA12
CEL_X ACALZ
ACAS8 EMAL6 (pparment)
ACA3p EMAG (pparment)
CEL_X>
ACA4q EMAS
ACAGQ
EMA12
ACA12
CEL_Y
ACAS8 EMA16 (¢dparmenrt)
ACA3p EMAG (dbparment)
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Cpenun mocnenoBarenbHocTel, cooTBercTByromux JHK-6ubnmnoreke Xo-
XpPOMOCOMBI, ObUIM OOHApY>KEHBI IOCJIEOBATEIILHOCTH, CXOJHbIE C CHHTCHHBIMU
rpyImnaMu, He OOHAPYKEHHBIMHU B COCTaBe Y -XpOMOCOMBI. Mbl MPEANOI0KUIN, YTO OHU
OTHOCSITCSL K ayTOCOMHOW mape, koTopas koHTamuHupyet JHK-6uGnmoreky, u B

JajdbHEHIIIEeM 06CY)K,Z[€HI/II/I HNX HC YUUTHIBAJIN.

3.3.3. UnenTtudukanus u Jokaausanus nociaenoBarejbHocrei cat[HK,
cnenuGUIHBIX VIS MOJIOBBIX XpomocoMm C. mitratus

I'enomuyio JIHK camma C. mitratus mer cekBenupoBanu Ha miatdopme lllumina
MiSeq u moyunim npuoOIM3UTENBHO 4 MITH TTpouTeHuid, n3 Hux 0.9 MJTH mpouTeHuit ObUIO
npoaHalu3upoBaHO B mporpamme RepeatExplorer ¢ wuHTerpupoBaHHBIM B HEe
unctpymeatom TAREAN (Novak et al. 2013, 2017). Ananu3 gaHHBIX CEKBEHUPOBAHHS
renomaor JIHK mo3Bommn Beigenuts 14 mocnemoBatensHocTer cat/IHK. Haitnenubim
nocnenoBarenbHocTsIM  cat/IHK mpucBamBanuch Ha3BaHUS € HCHOJIb30BaHUEM 3-
oykBenHoro uacHtudukaropa suaa (CMI), 3a koTopeiM ciieayeT npuctaBka “Sat”, Homep
KJacTepa u o0o3HadeHWe cTeneHu aoctoBepHoctd (H — mist mocnemoBaTenbHOCTEH €
BBICOKOM CTETMEHBIO JOCTOBEPHOCTH; L — /sl MOCIe0BaTEIbHOCTEM ¢ HU3KOM CTEMEHbIO
noctoBepHocTH). OCHOBHBIE XapaKTEpPUCTUKH Haubonee mpesacraBieHHbx caT/HK

npuBe/ieHbl B Taonmre 6.
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Tabmauma 6. OCHOBHBIC XapaKTEPUCTHKH mocieaoBarenbpaocTe cat/JHK C. mitratus.

Hassanune Conepxanune | Jlnuna B | GC- T"omomorus c | JJokamm3anus mociieqoBaTeILHOCTEN
IIOBTOPSIOLIET | B . H. coaepxkanue | nocienosarenpbHocTIM | catIHK Ha MeTadazHbIxX
oCs DJIEMEHTa | KCCJIe/IOBAaHH (%) u T€HOMOB | XpoMocomax camia C. mitratus.
BIX YenryW4aThIX,
MPOYTEHUSIX onyOJMKOBaHHBIX B
(%) 0aze ganHbix NCBI
BLAST*
CMI-Satl1H [0.170 114 50 - CurHanel B  NEPULEHTPOMEPHBIX
paiionax 10 map ayrocom u Xo-
XPOMOCOMBI
CMI-Sat30H |0.130 85 57.7 Eublepharis Beipaxennsrii  curman B C-
macularius MO3UTUBHOM paiilOHE XPOMOCOMBI 6 U

cinabple B MEPULIEHTPOMEPHBIX

paifoHax y 6-8 map xpomocom.
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CMI-Sat31H |0.200 144 55.6 Eublepharis CurHansl B MEPHIEHTPOMEPHBIX
macularius paiionax xpomocomMbl 4 wu Y-
Podarcis muralis XPOMOCOMBI, 0JIOKH B C-TTIO3UTHBHBIX
Gekko japonicus paitonax xpomocom 10 u 13
CMI-Sat39H |0.31 188 53.2 Eublepharis Cursaibpl B MEPULIEHTPOMEPHBIX
macularius paiionax xpomocom 1, 7 wum Y-
Gekko japonicus XpoMocoMbl, B C-IO3UTHUBHBIX
parionax xpomocom 10 u 13
CMI-Sat69H | 0.069 58 39.7 - CurHanel B  NEPULEHTPOMEPHBIX
parionax 11 map ayrocom u Xi-, Xo-
XPOMOCOM
CMI-Sat75H |0.039 171 43.9 - CurHasl B C-1no3UTUBHOM
IIEPULIEHTPOMEPHOM panioHe
XpOMOCOMBI 7
CMI-Sat92H |0.027 112 53.6 Eublepharis WNHTepcTUMANbHBIN cUTHAT Ha (-
macularius wiede xpomocomsl 10
CMI-Sat106H | 0.023 1448 49.2 Eublepharis CurHansl B TEIOMEPHBIX OOJACTSIX
macularius OOJIBIIMHCTBA XPOMOCOM
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CMI-Sat119H

0.018

823

44.2

WNHTepcTunManbHblii CUTHAlI Ha Q-

miede Xxpomocomsl 11

CMI-Sat126H

0.017

383

41.8

Eublepharis

macularius

CurHasiel B NEPHIEHTPOMEPHOM
obmactu  X1-XpoMOcOMbI U Y-

XPOMOCOMBI

CMI-Sat6L

0.2

38

57.9

Curnansl B C-ITO3UTUBHOM pailloHE

XPOMOCOMBI 6

CMI-Sat24L

0.270

9846

44.9

Curnanel B C-TIO3UTHBHOM paiioHe
xpomocomM 10 u 13, paccesHHBbIN
CUTHal B  NEPUIEHTPOMEPHOM

paiioHe Y-XpoMOCOMBI

CMI-Sat33L

0.230

2380

50.3

Sphaerodactylus

townsendi

PaccesHHbpIi cUrHaJl HA  BCeEX

XpOMOCOMax

CMI-Sat85L

0.042

294

45.6

Sceloporus undulatus,

Anolis carolinensis

CurHan B TNEPULIEHTPOMEPHOM
paiioHe Y-XpOMOCOMBI, paccesiHHbIC
CUTH&JIBI B  IEPULIECHTPOMEPHOM

patione xpomocomsi 10

*ne menee 30% noxpeitus 1 30 % romosnoruu
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Mpur CpaBHWIN OCJIEN0OBATEILHOCTHU cat/IHK C. mitratus C
MOCJICIOBATEILHOCTSIMU 13 OOIIEIOCTYIHBIX 0a3 JaHHBIX U OOHAPYKUIU TOMOJIOTHIO C
TreHOMaMH YelyidaThiX s BocbMH mocienoBarenbHocteit (CMI-Satl1lH, CMI-Sat24L,
CMI-Sat31H, CMI-Sat39H, CMI-Sat69H, CMI-Sat85L, CMI-Sat85L6 CMI-Sat106H)
(Tabmuma 6). Tlouck TOMOJIOTMYHBIX IOCIICIOBATEIBHOCTEH B 0a3e mdaHHbIX RepBase
mokasasl romosoruro mocienosarenbHoctu cat/IHK CMI-Sat33L mocnemoBarensHOCTH
perporpancrno3ona kimacca NONLTR/CR1 pacnmchoit dwepemaxu, Chrysemys picta
(mokpeitie 30%, cxoactBo 68%). Ko Bcem mocaenoBatenbHocTssM cat/JHK MbI cmoriu
mo00paTh MpaiMepsl M ClAeJaTh 30H[bI, KOTOPBIC JIOKAIW30Badd Ha MeTada3HbIX

xpomocomax C. mitratus ¢ momomsio FISH (Puc.12).

CMI-Sat39H

<X, ~X;
CMI-Sat85L
CMI-Sat85L

CMI-Sat92H

CMI-Sat11H

CMI-Sat11H
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Pucynok 12. ITpumepst pesynbtatoB FISH ¢ 30n1amu k cat/IHK Ha MeTadazHbx
xpomocomax camma C. mitratus. CrpenakamMu yKa3aHbl XPOMOCOMBI, Ha KOTOPBIX

JoKaM3yrTCs curHaibsl. Macmrad: 10 MkMm.

Ms1 oOHapyxmiH, 9T0 ceMb nocnenoBarenbHoctelt cat/JHK (CMI-Satl1H, CMI-
Sat-24L, CMI-Sat-31H, CMI-Sat-39H, CMI-Sat-69H, CMI-Sat-85L, CMI-Sat-106H)
THOPHUIN30BANKCH KaK C MOJOBBIMH XPOMOCOMAaMH, TaK U Ha ayTOCOMaMH, TOJIBKO OJHH
kiaacrep (CMI-Sat126H) okazancs crenubudnbiM 1 Xi- U Y-xpoMmocoM. OcTalibHbIe
nocienoBarenbHocTd  cat/IHK BbIsSBICHBI TOJNBKO Ha ayrocomax. Jlokamuzarus

OOJIBIITMHCTBA KJIACTEPOB COBIMaaaja ¢ jJokanu3saiueit C-mo3utuBHbIX 010Kk0B (Puc. 13).

& 3’ >5 .. > % Se

6 7 T 8 9 ” 10
A 5
»' L % r *. 5° N °
1 12 13 14
Vg [ 4
> 9 e [ ] X
r * ~
X, X, Y

cmi-sat [l I 8 H BEEEN

11H 24L 30H 31H 39H 69H 75H 85L 92H 106H 119H 126H
6L

Pucynok 13. Jlokanmmzanus mocnenoBatenbHocTed caT/[HK Ha wMertadasnbix
xpomocomax C. mitratus, nocite C-npenoOpaboTKH ¥ OKparmuBaHus (GIIyopecieHTHRIMH
kpacureiasimu  (DAPI,  xpomomuriua  A3). llBeToBas KOJMPOBKA CATCIIUTHBIX

NIOCJIEZIOBATENIbHOCTEN TpUBENEHA IMocie Kapuorpammbl. CTpeiakd YyKa3bplBalOT Ha



71

PAaCIIOJIOKCHUC KJIAaCTCPOB C&TI[HK; pasMCp CTPCIIOK COOTBCTCTBYCT HMHTCHCHBHOCTH

CHUT'HAJIA. ‘-IepHLIe TOYKH YKA3bIBAIOT ITOJIOKCHUC LICHTPOMCPBI.

MBI TakKe MONBITAIUCH JIOKAIM30BaTh HalICcHHBIE TTocaeaoBaTenbHoCcTH caT/[HK
Ha MetadasHbIX Xxpomocomax camku C. elegans, ogHako He 0OHAPYKHIH BhIPA)KEHHBIX

CHUI'HAJIOB.
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4.0BCYXJIEHUNE

4.1. TloJioBBIe XPOMOCOMBI MpecTaBUTe/Ieii HHPPAOTPsIIa UTYaHOOOpa3HbIe
(lguania)

4.1.1. 3a6opuas mamaxutoBasi uryana (Sceloporus malachiticus)

Jlns MHOTHX TIpefcTaBuTelNeil uryan xiaisl Pleurodonta ommcanbl Heo-TIONIOBBIC
XpPOMOCOMBI, KOTOpble CHOPMHUPOBAINCH B PE3yJIbTATE CIUSHUI NPEJKOBON MOJIOBOU
XPOMOCOMBI  (COOTBETCTBYET X-XpOMOCOME CEBEPOAMEPHKAHCKOTO KPAaCHOTOPIIOTO
anonmca, ACAX) ¢ pasnmuunsiMu ayrocomamu (Rovatsos et al. 2014, Altmanova et al.
2018). B pamkax gaHHOM paOOThI MBI OOHAPYKUJIHM, YTO HEO-TIOJIOBBIC XPOMOCOMBI S.
malachiticus chopmupoBanuce B pesynbrate ciusHuid ACAX ¢ 4YeThIpbMs Tapamu
mukpoxpomocom (ACA11, ACA16, ACA17, ACA1S).

Jlns  mpexacraBuTeneld poma  SCeloporus ommcaHa TecHas CBS3b  MEXKIY
XPOMOCOMHBIMH TIepeCcTpoiKamMu U GopMUpoBaHUEM (PHUITOTCHETHYESCKHIX TPYIIIL, [I03TOMY
BUJBI, TPUHAUICKAIINEC OJHOW (WIOTCHETHYECKON Tpymme, XapaKTepU3YITCs
oauHakoBeIM 4rcioM XxpoMocoM (Leaché and Sites 2010). CnenoBarenbHO, BEPOSTHBIH
BO3pacT HEO-TOJIOBBIX XpoMocoM S. malachiticus momkeH coBmagaTh CO BpPEMEHEM
dbopMupoBaHUS TPYIIIBI BUIOB, Y KOTOPBIX 2N = 22, yTo cocTaBisaeT nopsaka 30 MiH. 1eT
(Leaché et al. 2016, Tonini et al. 2016).

CUHTEHHBIE TPYIILI TEHOB, OMMCAHHBIC IS TIOJIOBBIX XpoMocoM S. malachiticus,
BCTPEYAIOTCSI B COCTAaBE IOJIOBBIX XPOMOCOM Yy MHOTHX BHJOB PENTWINN Kak IO
OTZEJIbHOCTH, TaK U B codyeTaHuu Apyr ¢ Apyrom. Hanpumep, cnusane ACAX+ACAI11
oOHapy’kKeHO B COCTaBe MOJIOBBIX XpoMmocoM mryan poaa Ctenonotus (Giovannotti et al.
2017, Lisachov et al. 2019) u Z-xpomocomsl y rekkoHoB poaa Paroedura (Rovatsos et al.
2019a). Cusinne ACAX+ACA18 Berpeuaercs y uryad poaa Norops, a ACA16+ACAT11
BXOJAT B COCTaB Z-XpPOMOCOMBI IPEJICTABHUTENICH CEeMEHCTBA HACTOSIINE SIICPHIIBI
(Lacertidae) (Srikulnath et al. 2014, Giovannotti et al. 2017). Kpome Toro, ACAX omnucana
B COCTaBe IIOJIOBBIX XpOMOCOM TpEéxkoroTHbix uepemax (Testudines: Trionychidae)
(Kawagoshi et al. 2009, Rovatsos et al. 2017a), a cuarennsie Tpynnsl ACAL6 u ACALL

BCTPEYAIOTCS B COCTaBE MOJIOBBIX XPOMOCOM y HT'yaH kiajael Acrodonta.
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Oco0oro BHHMMaHMS 3aCIy>KMBAIOT CHUHTEHHBIE TPYIIIbI, COOTBETCTBYIOIIHE
ACAl1l u ACAI18, mnockompky ACALll BXOIUT B COCTaB IIOJIOBBIX XPOMOCOM
TUTALIEHTAPHBIX MJICKONHUTAIOMUX U COJACPXKUT reH SOX3, a cuHreHHas rpymma ACAL8
COJZICP)KUT TeH amh u onucaHa B cocTaBe MOJIOBBIX XpOMOCOM y oaHonpoxoaubix (Cortez
et al. 2014), Bapanos (Lind et al. 2019), nexotopbix ampuouit (Miura 2018) u pei6 (Li et
al. 2015).

C-no3uTHBHBIN OJIOK B cOCTaBe Y-XpPOMOCOMBI BEPOSITHEE BCETO COOTBETCTBYET
Hekorjna BelpoauBmiMca — nocienoBatenbHOocTsIM  ACAX. PesynbTarel  Hamero
UCCJICIOBAHUSl TIOKa3alld, 4YTO NPOIECC JAeTpaJallid COMPOBOXKAAICS HAKOIJICHUEM
catesmutHo JIHK: B C-mo3utuBHOM Oj0KE Ha Y-XpOMOCOME JIOKAJIM30BaJUCh Kak
MUHHUMYM JeBsTh nocienoBatenbHocteld cat/IHK (Puc. 5, Puc. 6). Oo6nactu
KOHCTUTYTHBHOTO TE€TEPOXpPOMATHHA Ha  BBIPOXKAAIOIIUXCA TOMOJOrax  4acTo
XapakTepu3yroTcs HakorieHneM careiutuTHor JIHK, cxomHbiit ¢eHOMEH omucaH IS
Hekotopsix peid (Crepaldi and Parise-Maltempi 2020, Crepaldi et al. 2021, Kretschmer et
al. 2022), am¢puowuii (Gatto et al. 2018, Da Silva et al. 2020), gemyiiuateix (Singh et al.
1980, Lisachov et al. 2023), nrur (Kretschmer et al. 2024) u MiIekomUTAIONIUX
(Beklemisheva et al. 2023).

Tonbko knacrepsl SMA-Sat144H u SMA-Sat186L siBnsimuck crienuUuHbIME 15
noJioBeIX XpomocoM. [Ipu s3tom knactep SMA-Sat144H nokazan curHasbl, 0JlMHAKOBbHIE
10 MHTEHCHBHOCTH, HO pa3Hble 10 Jjokamu3anuu (Xp u Y(Q, cooTBeTcTBeHHO). Kiactep
SMA-Sat79H, xotopsiii hopMUpOBaI UHTEPCTUIIMATIEHBIE U CyOTEIOMEpHbIE OJIOKK Ha
ayTOCOMaXx, TAaK)Ke JIOKAJTM30BaJICs HA Pa3HBIX IJIEYaX Y TOMOJIOTOB (JUCTAIbHBIE KOHIIBI
Xp u YQ). ITo Bceit Bumumocty, Hajguuue C-MO3UTUBHOTO OJIOKA MCKAXKAIO BOCIPHUSITHE
Mopdosioruu monoBeix XpomocoMm (Puc. 6), u reHermueckuit marepuan (-meda Y-
XPOMOCOMBI JIOJKEH COOTBETCTBOBATH TAKOBOMY Ha P-Iijiede X-XPOMOCOMBI.

BonbimHCTBO HaliieHHBIX TIociieaoBaTeabHocTel cat/JHK (kpome SMA-Sat142H)
CXOJHBI C MOCIEAOBATEIBHOCTIMH OIYOJIMKOBAaHHOTO T'€HOMAa POACTBEHHOTO BHIA S.
undulatus. Kapuotun naHHOro BHMIa MACHTHYEH Kapuotumy S. malachiticus, mpu stom
BpEMs IMBEPTCHITUH JIJIs1 STHX BUJIOB cOCTaBiseT nmopsiaka 17 murd siet (Pyron and Burbrink
2014, Hedges et al. 2015, Zheng and Wiens 2016). B To ke Bpemsl NpH MOMBITKE
JIOKaJIM30BaTh CATCJUIUTHBIC mMocieaoBareabHocTd S. malachiticus ma wmertadasHbix

XpOMOCOMAax JPyroro poJCTBEHHOro Buja, S. variabilis, tompko 30um SMA-Satl100L



74

naBan gerektupyembie curHaisl ([Ipuaokenue 3, Puc. 2: r). [IpumeuaTensHo, 4To y S.
malachiticus 3011 ruOpuaAN30BaICS C IEPULIEHTPOMEPHOH 00JIACTHIO XpOMOCOMBI 1, a 'y S.
variabilis stor kmacrep mMapkupoBan IUCTaNbHBIN KOHEI] XpoMocoMbl 1p. Bo3moxHo,
pa3Hasi JJIOKaJIM3aus MpoOkI SBISETCS MapKEPOM TIEPECTPOHKH XpOMOCOMBI 1 y 3TUX IBYX
BUJIOB, HaIpUMep, HHBEPCUH. boJiee yriryOJIeHHOE UCCIIeTIOBAaHUE TTO3BOIUT ONPECIIUT,
SABJISIETCSL JIW OOHapyKeHHass O0COOCHHOCTh Jokanmu3amuu kimactepa SMA-SatlO0L Ha
MmetadaszHeIXx Xpomocomax camioB S. malachiticus u S. variabilis ocoGenHOCTEIO
KOHKPETHBIX HCCIIEIYyeMbIX OCOOeH WM JK€ TepecTpoiika XpoMocoMbl 1 sBisiercs
BUIOCTICIIU(PUISCKAM MapKEPOM TSI OJTHOTO M3 BUJIOB.

[Tockomapky Bun S. variabilis oTHocuTes K Apyroii rpyrine BUI0B poaa Sceloporus ¢
JTUTITIOWTHBIM YHCJIOM 2N=34 1 OTAEIUIICS OT BHJIOB C 2N=22 puOIU3UTEIHO 43 MITH JIeT
naszan (Pyron et al. 2013, Hedges et al. 2015, Zheng and Wiens 2016), mMbl MOXxeM
IPEIoNIOKUTh, 4YTo Hakoruienne cat/IHK Ha Y-xpomocome S. malachiticus mpousorio
yke 1ociie pOpMUPOBAHMS TPYIIBI BUIOB ¢ 2n=22. McciienqoBaHue MOBTOPSIOIIAXCS
AIIEMEHTOB B COCTaBe IMOJIOBBIX XPOMOCOM Y JPYTHX MpejacTaButeneid poma Sceloporus
TIO3BOJIUT  OTPEJCINTh, HACKOJBKO IIMPOKO pPACIpPOCTPAaHEHbI B JTaHHOM pOJIC

nocnenosarensHocTh cat/IHK, BeisBiennsie B renome S. malachiticus.

4.1.2. Wiemenckwnii xameneon (Chamaeleon calyptratus)
HeCMOTpH Ha TO, 4YTO XaMCJICOHbI HC pa3 ABJIAJINCH O6’beKTaMI/I OUTOI'€CHECTHNYCCKUX

UCCIICIOBAHUI, MEXaHW3Mbl ONPEACICHUS MOJIa Yy TMPEICTABUTENICH 3TOr0 TaKCOHA
ocratorcsi Mason3ydeHHbIMU (Rovatsos et al. 2017b). MccnenoBanus, cooOriaroimue o
CPEIOBOM ONPEACICHUN M0JIa Y HEKOTOPBIX BUJIOB, HE TOJYYHIH TOIATBEPKICHUM.
['eHeTHYeckoe onpe/esieHre mojia OMUCAHO IS PEACTaBUTENIeH BCEro ABYX POJIOB, IIPH
stom poxn Furcifer xapakrepmsyercs reTepoMOp(HBIMH MOJOBBIMH XPOMOCOMAaMH
cucreMbl ZZ/ZW u Heo-1osIoBbIMU XpomMocomaMmu Z1Z1Z2Z:/1Z1Z:W, a nast ABYX BUIOB
poma Chamaeleo onmcansl TOMOMOpPQHBIE TIOJOBBIE  XPOMOCOMBI  CHCTEMEI
XX/XY (Rovatsos et al. 2017b, Nielsen et al. 2018, Sidhom et al. 2020). IIpeamnonaraercs,
4TO B Te4eHHue mociueanux 45 muH et B cemeiictBe Chamaeleonidae mpownsonnia nr6o
CMCHA OJIHOW CHCTEMBI OIpEICNICHHs T0Ja Ha Jpyryr, Ju00 (HOpMHpPOBAHUE IBYX
HE3aBHCHUMBIX CHUCTEM MOJIOBBIX xpomocoMm (Rovatsos et al. 2024). IIpu 3Tom TOYHBII
BO3pPACT MPEIIOJIaraéMbIX IIOJIOBBIX XPOMOCOM HEMEHCKOTO XaMelleoHa OCTaeTCs

HEU3BECTHBIM. MBI HE O6H3pY)KI/IJ'II/I HAKOILUICHUM TaHIEMHBIX IOBTOPOB HJIM APYI'HUX
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IIUTOTCHETUYECKUX  pa3iMuuii  Mexay romojoramu. OmyOnuKOBaHHBIE — paHeEe
UCCIICZIOBaHUSI HE TOKA3aJld HU Pa3HUIBI B pacrlpeaciieHHH OJIOKOB KOHCTHTYTHBHOTO
TeTepoXpoOMaTHHA Ha TPEANOIaraeMblX MOJOBBIX XpoMocoMax mpu C-oKpalimBaHUU
metadaszaeix xpomocom C. calyptratus (Rovatsos et al. 2017b), uu morepu renos (Nielsen
et al. 2018). ITockoabKy Ui MHOTHX CHUCTEM IOJOBBIX XPOMOCOM OITMCAaHA Pa3HHUIIA IO
KOJIMYECTBY KOMHW TEHOB MEXIy T'OMOJIOTaMH, BEpPOSTHO, 3Ta CHCTEMa II0JOBBIX
XpoMocoM c¢(hopMHPOBaTIACh OTHOCUTEIFHO HEJABHO.

Panee mocnemoBarenbHOCTH Y-crnienuduunsix MapkepoB C. calyptratus Opuim
Jokanu3oBaHbl ¢ nomombio FISH Ha meradasubix xpoMocoMmax camiia poJICTBEHHOTO
BUaa, oOObIkHOBeHHOro xamencona (Chamaeleo chamaeleon) u Bropas mapa
MaKpOXpOMOCOM ObLjIa OIpe/iesieHa KaK MperoiaraeMble moJioBeie xpoMocombl (Sidhom
et al. 2020). Kapuworunsr C. calyptratus u C. chamaeleon wugenTwunsl, a Bpems
JUBEPTEeHIINN MKy BUIaMH cpaBHUTENIbHO HeBeauko (10-13 mun s1eT) (Zheng and Wiens
2016), mosTOMY MOYHO MPEIIOI0KHUTh, YTO TCHETUUYECKHI COCTaB IMOJIOBBIX XPOMOCOM
JODKeH OBITh CXOXKUM. bojee yriayOJNeHHBI aHaIM3 TIOJIOBBIX XPOMOCOM Y
npencrasureneii poga Chamaeleo, ocHoBaHHBIIT Ha OMOMHPOPMATHYECKOM CpPaBHCHHU
nocnenoBarenbHocTed TeHoMHON JIHK pa3HBIX 1MONOB, O3BOJIUT OLIEHUTH MPUMEPHBIN
Bo3pact XX/XY C. calyptratus u ompenenuTb, UMCIOT JH 3TH BUIBl TOMOJOTHYHBIC
TIOJIOBBIE XPOMOCOMBI HITH K€ JIOKYC, ONPENENSIFOIINN IO U HeCyIui Y -creruuaHbIe
MapKephbl, IEPEMECTHIICS Ha JPYTYIO apy XpOMOCOM Y OJTHOTO U3 BHUJIOB.

CpaBHUTENBHBIA aHAINU3 MOCHeqoBaTeNIbHOCTEN XxpoMocomocnenupuunbix JJHK-
OubIMoTeK ¢ peepeHCHBIMU TeHOMAaMH ITOKa3ajl, YTO YMEHBIIICHHE YHCIIa XPOMOCOM B
kapuotune C. calyptratus (2n=24) nmo cpaBHEHHIO C TIPEAKOBHIM KAPUOTUIIOM CEMEUCTBA
Chamaeleonidae (2n=36) npowu301LI0 3a CYET CIUSHHNA KaK MHUKPOXPOMOCOM MEXIY
co0oif, TaKk W MHKPOXpPOMOCOM ¢ Makpoxpomocomamu. [lomoBeie xpomocomsl C.
calyptratus taxxe chopMHpOBaIUCh B pe3ybTaTe CIUsSHHUS MakpoxpoMocombl ACAS ¢
Mukpoxpomocomor ACAX. Takue cAUsSHUS SBISIOTCA HETUNUYHBIMU JJII T€HOMOB
qyemyiyareix. Yaie Bcero CokpaiieHne 9rucia XpOMOCOM B KapUOTHITAX MPOUCXOAMT 32
CUeT CIHMSIHUM MEXJIy XpOMOCOMaMH OJIHOTO THIIA, TIOCKOJIBKY MAakpo- |
MHUKPOXpOMOCOMBI paznuuaiorcsi mo GC-cocTaBy, comepKaHHI0 TE€HOB M (DU3HUECKOMY

nonoxenuro B siape (Waters et al. 2021).
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CuHTEHHBIE TPYIIBI, 0OHAPYKEHHBIE B COCTABE TOJIOBBIX XPOMOCOM HEMEHCKOTO
XaMeJIeOHa, OTTMCaHBI B COCTABE MOJIOBBIX XpPOMOCOM y MHOTHX BUIOB penTiinii. Kak yxe
ynomuHanoch, ACAX (COOTBETCTBYEeT XpoMocoMme 15 KypuIlbl) SIBIISETCS MPEIKOBOU
MOJIOBOM XpOMOCOMOW Jijisi uryan kimaael Pleurodonta, 3a wckimodeHuem ceMeicTBa
Corytophanidae (Rovatsos et al. 2014, Altmanova et al. 2018), a Takxe MpUCYTCTBYET B
COCTaBe TMOJIOBBIX XPOMOCOM Y ceMmeiicTBa TpéxkorotHble dvepemaxu (Testudines:
Trionychidae) (Kawagoshi et al. 2009, Rovatsos et al. 2017a) u rekkonoB poja Paroedura
(Rovatsos et al. 2019a).

[ToMumo mMpoko pacmpocTpaHeHHOM cuHTeHHOM rpynnel ACAX, B cocraB
MOJIOBBIX XPOMOCOM HeMeHcKoro xameneona BxoauT ACAS (COOTBETCTBYeT XpoMOCOMaM
1 u 4Q xypuibl). Y4acTOK, OPTOJIOTHYHBIA 4( KypHIIbI, OMUCAaH B COCTAaBE IOJOBBIX
XpOMOCOM TMHTONMOIUIHBIX TeKkoHOB (Rovatsos et al. 2021) u wmyppaiickoit pedHOi
yepenaxu (Emydura macquarii) (Zhu et al. 2022), a dbparment xpomocomsl 1 KypHIIbI
MoeT ObITh opTosioruuen XX/XY cuunkos (Kostmann et al. 2021).

Cuntennas rpynna ACAS conmepkuT mo kpaitHeld mepe Tpu reHa (pitx2, sox5 u
s0x10), KkoTopble yY4acTBYIOT B SMOPHOHAIBHOM Pa3BUTUHU TOHAJ| IO3BOHOYHBIX U MOTYT
OBITh KaHJHJaTaMH Ha POJib OCHOBHOTO ompeaensiomiero moa reda (Polanco et al. 2010,
Nandi et al. 2011, Schartl et al. 2018).

HecMoTpst Ha TO, UTO CHHTCHHBIC TPYIIIbI, CHOPMUPOBABIIUE TOJTOBBIC XPOMOCOMBI
C. calyptratus, BoByieucHbl B (HOPMUPOBAHUE IOJIOBBIX XPOMOCOM KaK MUHHUMYM Y
YeThIpeX KPYIHBIX TPYII penTwinil (uryaH kiaasl Pleurodonta, HEKOTOPBIX MeKKOHOB,
CIIMHKOB W 4epemnax), y JAPYrux NpeicTaBuTeieci kiambl Acrodonta ¢ ommcaHHBIMU
TIOJIOBBIMH  XPOMOCOMaMH 3TH CHHTEHHBIC TPYIIBI HE BCTpedaroTcs. Hampumep,
remetuueckuii cocrtaB ZZ/ZW xpomocom ©Oopomaroit aramber (Pogona vitticeps)
COOTBETCTBYET XpoMocoMe 16 1 yacTuuHO XpoMocoMe 9 ceBepoaMepUKaHCKOTO aHOIHCA
(xpomocomsl 17 u 23 kypwuiisl, coorBercTBenHo) (Deakin et al. 2016), npu stom ZZ/ZW
XpOMOCOMBI xXameJeoHOB pona Furcifer romomormuner xpomocome 11 anonmca
(xpomocoma 4p kypuiibl) (Kratochvil et al. 2021b, Rovatsos et al. 2024).

OOHapyXeHHE TPEIKOBOM TOJOBOM XpOMOCOMBI HWryaH Kiaasl Pleurodonta
(ACAX) y mpencraButens UryaH Kiaaasl ACrodonta rmo3BosisieT MpeanoioknuTh, 4TO 3Ta
CHUHTEHHAs TPYIIa sBISIACh MPEIKOBOM MOJIOBOM XPOMOCOMOM y OOIIEero mpeaka Bcex

uryan. OQHaKo cpean TpeAcTaBUTenel kiaael Acrodonta BcTpedaroTcss BUABI Kak C
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TEMIIEPATYpPO3aBUCUMBIM M CMELIAHHBIM THUIIOM OIpeIeJeHUs] Mojla, TaK U BHUIBI C
OMMCaHHBIMU T0J0BBEIMH Xpomocomamu (Quinn et al. 2007, Hansson and Olsson 2018).
[TockoabKy IBOJIOIUS CUCTEM OTPEACTICHHS 0Jla Y aMHUOT HaIlpaBJIeHA Ha MEPEX0 OT
CPEIOBOTO OMpEJIeTCHHs TM0JIa K TeHETUYECKOMY, U OOpaTHbIE MepexXoabl Ype3BbIYaiiHO
penku (Pennell et al. 2018), MbI Bce ske CKIIOHHBI ITPEIIIOJIAraTh, YT0 OO MPETOK KT bl
Acrodonta umen Temrepatypo3aBUCHMOE onpejiereHue nomia. [103xe HeKOTOpbie TAKCOHBI
NEepenuii K TeHETUIECKOMY OIPEACICHHUIO Tojia ¢ (POPMHUPOBAHUEM CHCTEMBI TOJOBBIX
xpomocoM XX/XY 6o ZZ/ZW. Tlosromy Hanuuue cuHTeHHOM rpymnsl ACAX Kak B
cocTaBe IMPEIAKOBOM IMOJOBOM XpoMocoMbl mryaH kianbl Pleurodonta, Tak u B cocraBe
noioBeix xpomocoM C. calyptratus, BeposiTHee Bcero sBIsieTCS KOHBEPTCHTHBIM
npusHakoM. JlanmpHelilliee W3ydyeHHE TeHETHUYECKOrO0 COCTaBa IOJIOBBIX XPOMOCOM Y
npeacTaBuTeac kmaael Acrodonta mo6aBuT uHpOpPMaNKMKH 00 SBONIONHMH CHCTEM
OTIpeJICJICHUS T10J1a JIsl TaHHOTO TaKCOHA | JIIsl MHPPAOTpsiia UTYaHOOOpa3HbIE B IEJIOM.

Taxum 006pazom, MOIOBBIE XPOMOCOMBI 3200pPHON MaJIaXUTOBOW UTYaHBI SBISIOTCS
IPUMEPOM HBOJIIOIIMOHHO CTapOd CHUCTEMBI MOJOBBIX XPOMOCOM, KOTOpas IMpeTepriesnia
MHO’KECTBO TPAHCJIOKAIMil ¢ ayTOCOMaMH, B TO BpeMsl KakK IpeArojaraeMble MmojIoBbIe
XPOMOCOMBI MEMEHCKOTO0 XaMeJICOHa SIBISIOTCS MPUMEPOM HBOJIOLHMOHHO ““MOJIOABIX
MOJIOBBIX XPOMOCOM, €I11€ HE HAKOIMBIINX BBIPAKEHHBIX PA3JIMYMNA MEXY TOMOJIOTaMH.
Y 000oux WCCIeAOBaHHBIX BUAOB B (POPMHPOBAHMM TOJOBBIX XPOMOCOM MPHHUMAIOT
y4acTHe CUHTEHHBIC TPYIIIBI, COJACpKAIIMECs B TOJIOBBIX XPOMOCOMAaxX Y MHOTHX BHUIOB
yemyiyarbix. IlpucyrctBue ACAX B cocTaBe IMOJIOBBIX XpOMOCOM M 3a00pHOM
MaJIaXUTOBOM WIryaHbl, U HEMEHCKOIO0 XaMeJIeOHa, BEpOsITHEE BCEro OO0YCIOBICHO

KOHBEPT'€HTHOM 3BOJIOIMEH TOHOCOM Y TIPEJICTABUTENCH Pa3HBIX KJIaJl UTYaHOOOPa3HBIX.

4.2. IloioBBIE XPOMOCOMBI NMpeACTABUTEeH HH(PPAOTPSIA TeKKOHOOOPa3HbIe
(Gekkota)
[Tpu uccnenoBaHUM MOJOBBIX XPOMOCOM Y mpejcTaButeneii poga Coleonyx 6b110

BBIJIBUHYTO mpeamnosioxenue, uro ronocomsl C. elegans (CEL) u C. mitratus (CMI)
OpTOJIOTHMYHBI U BO3HUKIIM okoyio 34 mutH JietT Hazan (Pensabene et al. 2020). ABtopsl
paboOTBl CMOIJIM ONPEJACIINTh, TEHbI, HAXOAIIMECSd B TEMHU3UTOTHOM COCTOSHUH,
pacnonararoTcs Ha xpomocomax 1, 6 u 11 xkypwuiibl, ogHako reHeTnaeckuii coctaB PAR He

OBLT ompe/esicH.
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C nmOMOIIBI0 ITUTOICHETHYSCKUX METOJOB MbI MOKa3aiu, uyTo camibl C. mitratus
00mamaroT MoNoBbIMH XpomocoMaMmu cHCTeMbl X1 X1XoX2/X1X2Y, KOTOpBIE MOXKHO
uaeHTUGUITMPOBaTh 30HaaMH, coaeprxkammux JJHK monoseix xpomocom C. elegans. Yuciio
U MOp(OJIOTHSI ayTOCOM Y ATHX BHJIOB TaKXKe OKAa3aJIMCh WUIACHTUYHBIMHU. Pe3ynbTaThl
CPaBHUTEIBHOTO  OMOMH(OPMATHYECKOTO aHaIMW3a C HCIOJB30BAHWEM T'eHOMaA
CeBepoaMepUKaHCKOTO KpacHoropioro aHoiuca (ACA) B kadecTBe pedepeHca moka3anim,
YTO ONMHMCAHHAs paHee CUHTEHHAs TPYIa, COOTBETCTBYIOMIAS XpoMocoMe 8 aHoimca
(xpomocoma 11 kypwuIiel), pacroyiaraercs Ha Xi-XpoOMOCOME, B TO BpeMsi Kak TpyIia
ACA3p (cootBercTByeT (hparmeHTam xpomocoM 1 u 6 Kypwuiel) oprojioruyHa Xo-
xpoMocoMme. Takke Mbl CMOTJIM BBISIBUTh HE ONHMCAHHBIE PAHEE PallOHBI OPTOJIOTUU X1-
XpPOMOCOMBI ¢ XpoMocoMamu 12 u 6q anonmca (xpomocomsl 27 u 14 Kypuiisl). XpomMocoma
X2, TO-BUAMNMOMY, TIOJTHOCTHIO OpPTOJIOTUYHA p-TUIEYYy XPOMOCOMBI 3 aHOJHCA
(cooTBeTCTBYeET (hparMeHTaM KypHHBIX xpomocoMm 6 u 9). OOHapyKeHHbIC HAMU HOBBIC
CUHTEHHbIE I'PYIIIbI FTEHOB, BEPOSITHO, BOBJIEUYEHbI B (hopmupoBanue PAR.

B oTnuume oT MCClieOBaHHBIX B JaHHOW pabOTe WTyaHOOOpA3HBIX, CHHTCHHBIC
TpyIIbl reHoB, popmupyromue nojaoseie XxpomocoMbl C. elegans u C. mitratus, onucans
B COCTaBE MOJIOBBIX XPOMOCOM Y OTHOCHUTEIIBHO MAJIOT0 KOJTMYECTBA BHIOB MO3BOHOYHBIX.
@®parmenT cuHTeHHON Tpynmbsl ACAG6Q, KOTOpBI MBI OOHApYXWiIH B cocraBe Xi-
XpPOMOCOMBI, TOMOJIOTHYCH (parmMeHty Z-xpoMocoMbl 3Mmel kiaael Caenophidia
(Rovatsos et al. 2015) u X-xpomocombl TeMHOTO THTpoBOTO MuToHa (Python bivittatus)
(Gamble et al. 2017). Cunrennas rpynmna ACA12 (romosornvna xpomocome 14 kypwiibr)
BbIsIBJICHA B coctaBe ZZ/ZW monoBbIX XpoMocoM MpamopHoro rekkona (Christinus
marmoratus) u ncemoayrocomHoi dactu XX/XY MONOBBIX XPOMOCOM KOPHUYHEBOTO
anosuca (Anolis sagrei) (Kichigin et al. 2016, Zhu et al. 2022). Cpeau paHee onmMCaHHbBIX
CHHTEHHBIX TPYIII B cOCTaBe MmoyioBbIX xpomocom C. mitratus u C. elegans ronmsxo ACAS8
(xpomocoma 11 KypHIlbl) UMEET y9acTKHA OPTOJIOTHH ¢ X1- U X2-XpOMOCOMaMH YTKOHOCA,
kotopsie sBisroTes PAR (Cortez et al. 2014, Pensabene et al. 2020).

OtnenbHOTO BHUMaHUA 3aciykuBaeT cuHTeHHas rpynna ACA3p (cooTBeTCTByeT
CELX>), conmepxamias rerbl emx2 wum foxl2. DTu reHbl SBISIOTCS  y4acTHUKAMU
TeHETHYECKOTO0 KacKaja OMNpeAesieHHuss Ioja W MOTYT OBITh IOTEHIIMAIBHBIMU
KaHM1aTaMH Ha poJib Te€Ha, onpeaessiomiero mo y nanusix BuaoB (Pellegrini et al. 1997,

Baron et al. 2005). Taxxe ctout otmMeTHTh, uTo TeH pdgfa (pacnonaraercs na ACA12),
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KOTOPBIN CUMTAETCs MEPCIEKTUBHBIM KaHIUAATOM Ha POJb OMPEEISIONIETo Mo JIOKyca
y MpamopHoro rekkona (Zhu et al. 2022), Bo3moxkHo, ciocobcTByeT BoBiedennto ACA12
B (h)OpMHPOBaHUE TIOJOBBIX XPOMOCOM.

C-okpamuBanue MetadasHbix XxpoMocoM camita C. mitratus BeIABHIIO OOLIHMpPHBIC
C-no3uTHBHBIE OJIOKM Ha ayTOCOMaX, C KOTOPHIMH KOJOKATU3YIOTCS OOJBIIMHCTBO
Hainenusix mocnegoBarenbHocTel cat/[HK (Puc. 13). HecmoTpst Ha TO, YTO IOJIOBBIE
xpomocombl camiia C. mitratus He WMeErOT BbIpakeHHBIX C-TIO3UTHUBHBIX OJIOKOB, HX
NEPUIICHTPOMEpPHbIE  pallOHbl  TaKXKe  XapaKTEepU3ylTCS  HalU4YHeM  CEMH
nocnenosarenbHocteit cat/[HK. IlpumeuartensHo, 4to mnocnenoBatenbHoctn CMI-
Sat24L, CMI-Sat31H, CMI-Sat39H, CMI-Sat85L, ™eruBmIME TIEPUIICHTPOMEPHBIH
y4acToK Y-XpoMocoMmbl, U mocienoBarenbHocTh CMI-Satl1H, nokanmm3yromascs Ha Xo-
XpOMOCOME, HalOT BBIPAXCHHBIE CHUTHAIBI B KPYMHBIX C-TIO3UTHBHBIX OOJACTSIX
HEKOTOPBIX ayTOCOM, HO B TO K€ BpeMs HE 0OHapyKeHbI Ha Xi-Xpomocome (Puc. 12-13,
Tabmuma 5). Kpome toro, mocnemoBarensHocTh CMI-Sat69H, nokanmsyromiascs B
MEPUIICHTPOMEPHBIX 00JIacTAX Ha OOJIIIMHCTBE ayTOCOM U B XpoMocoMax Xi U X2 He
oOHapykeHa Ha Y-xpomocome (Puc. 12: ). BepositHee Bcero, BBIIIENEPEUUCICHHbBIE
nocnenoBarenbHoctn  cat/IHK wuMmeror ayrocomHoe mnpoucxoxzaeHue. Haxomnenue
MOBTOPSIOIIUXCS JIEMEHTOB UIMEHHO B IIEPUIIEHTPOMEPHBIX palloOHaX MOJIOBBIX XPOMOCOM
MOXET OBITh CJEICTBUEM CHIDKEHUS YPOBHS PEKOMOWHAIMM B IICHTPOMEPHBIX H
neputieHTpoMepHbIx  paiionax (Talbert and Henikoff 2010). Tompko onHa
nocienoBatenbHocTh cat/ITHK (CMI-Sat-126H) okasanack crnenuuIHON ISl TTOJOBBIX
XpOMOCOM H (OpMHUPYET OJOKH B MEPHUIICHTPOMEPHBIX 001acTaX Y-XpOMOCOMBI B Xi-
xpoMocomsl (Puc. 12: 6). IIpu aTom Ha X1-XpomMocoMe HaOmroaeTcst 0ojee IpKuid CUTHAIT,
yeM Ha Y-xpomocome. [ToCKONbKY cunuTaeTcs, 4To y ABYX MCCIEAYEMBIX BUIOB TEKKOHOB
MeTaleHTpuyeckas Y-xpoMmocoMa chopMupoBaigach B pe3yibTaTe poOEepTCOHOBCKOTO
CIIUSTHUSL BYX akpoueHTprueckux xpomocom (Pokorna et al. 2010), MoxHO ObLIO OBI
MPEIOJIOKUTh, YTO YMEHBIIIEHHUE KOMUUHOCTH mocienoBaTenbHoct CMI-Satl26H u
MpaKTUYECKU NoJiHOe ncue3HoBeHue kinacrepoB CMI-SatllH (npencraBnenHoro Ha Xo-
xpomocome) u CMI-Sat69H (mpencraBnennoro Ha Xi- U X2-XpoMOCOMax) U3 cocTana Y-
XPOMOCOMBI MOTJIO IPOU30MTH B X0/1€ (HOPMHUPOBAHNUS HEO-TIOJIOBBIX XpoMocoM. OHAKO
30161 kK CMI-Sat126H, CMI-Sat11H u CMI-Sat69H e rubpuausyrorcs Ha Metada3Hbie

XPOMOCOMEI CaAMKHN C. E|egan5, MMO3TOMY TAKKC MOKHO IPCAIIOJIOKNUTH, YTO HAKOIIJICHHUC
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9THX CaTEUIMTOB Ha IMOJOBBIX Xpomocomax C. Mitratus MOrio MpPOM3OHUTH M IOCIIE
dbopMHUpOBaHUS HEO-TIOJIOBBIX XPOMOCOM U PacXOXKIEHHUs 3THX JBYX BUIIOB. BeposTHee
BCETO, OOHApY>KEHHOE SBJIICHUE CBSI3aHO C HEPAaBHOMEPHBIM HAKOIUIEHHEM STHUX
nocienoBarenbHocteii cat/[HK Ha momoBeix xpomocomax C. mitratus. OObIYHO
M30BITOYHOE HAKOIJICHHWE TTOBTOPSIONINXCS 3JIEMEHTOB XapaKTEPHO TOJbKO it Y- u W-
XpPOMOCOM, B TO BpeMs KaK X- U Z-XpOMOCOMBI OCTaI0TCsI cTabmiIbHBIMHA. OJTHAKO HHOT A
MOBTOpSIIOLIMECS TocieaoBaTeibHOCTH ¢ Y- U W-XpoMOocoM MOTryT mepeMemiarbcsi U
HaKaIUTMBaThCA Ha X- U Z-XpOMOCOMaX, KaK 3TO IMPOU30IIIO Y HEKOTOPHIX MOJIEBOK Pojia
Microtus (Rovatsos et al. 2017c).

[Tockonpky THOpUM3AIMS BCEX MOBTOPSIOMIMXCS  MOCIEI0BATEILHOCTEH,
BbIIeNIeHHBIX 13 TeHoMHO# JIHK camia C. mitratus, ¢ Mmetaga3HbIMH XpOMOCOMaMU CAMKH
C. elegans He moKa3alia IETEKTUPYEMbIX CUTHAJIOB HU Ha ayTocomax, HU Ha Xi- U Xo-
XpOMOCOMax, MbI IIPEJIoaracM, 4To paiioH BeIpoxaAcHHS Ha Y-xpoMmocome C. elegans
MOJKET XapaKTepU30BaThCS HaKOILJICHUEM JIPYTHUX MOCJIeI0BAaTEIbHOCTEM
noBTopsitonieiics [IHK. JlanpHelimme nuccnenoBanusi, HapaBJICHHABIC HA WISHTU(DUKAIIHEO
noBTOpstolIekics s1emMeHToB u3 reHoMuoi JIHK camma C. elegans u ux nokanu3amnuio Ha
MeTadazHbIX XPOMOCOMaX, MO3BOJISAT OoJiee MOAPOOHO ONMKUCATh MPOLIECC JIeTeHepaIuu Y -
XPOMOCOMBI Y 3TOT'O BU/IA.

Takum 00pa3om, MOJOBBIE XPOMOCOMBI JBYX HCCJIEAOBAHHBIX BHUJIOB T'€KKOHOB
SIBJISIFOTCSI IPUMEPOM CUCTEMbI MHOYKECTBEHHBIX MOJIOBBIX XPOMOCOM, B COCTABE KOTOPBIX
3a/ICMICTBOBAHbI CHHTEHHBIE TPYIIIbI, BCTPEYAIONIUECS B COCTaBE MOJOBBIX XPOMOCOM Kak
MUHUMYM y TpPEACTABUTEIEH TpeX KPYMHBIX TPYNI YeIyddaThiX (3MEH, T€KKOHOB U
WryaH) U y YTKOHOCA, a pailOHbl TE€TEpOoXpoMaThHa Y-XpOMOCOM, BEpPOSITHEE BCETO,

CYIIECTBECHHO OTIIMYAIOTCA IO COCTAaBY U MPEACTABJICHHOCTH C&T}IHK.
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5.  3AKIIOYEHMUE

CoueTaHue IUTOTCHETHYECKUX M OHOMH(DOPMATUYECKUX MMOAXOJ0B MO3BOJISET
MIPOBOJIUTh KOMIUIEKCHBIN aHaJIU3 TE€HETUYECKOTO0 COCTaBa IIOJIOBBIX XPOMOCOM U
JOTIOJHATh COBPEMEHHBIE NpEJICTaBIeHUS 00 MX 3Boitounu. CpaBHEHUE pE3yNbTATOB
cexkBeHHpoBaHusi xpomocomocrtenupuunsix JHK 6ubnuotex ¢ reHomamu pedepeHCHBIX
BUJIOB IIOKA3aJ10, YTO CUHTEHHBIE TPYIIIIbI TEHOB, BOBJICUEHHbIE B (POPMUPOBAHHE TOJOBBIX
XpOMOCOM y ueThIpex wuccienoBanHbix BumoB (Sceloporus malachiticus, Chamaeleo
calyptratus, Coleonyx elegans, Coleonyx mitratus), gacto BCTpe4arOTCS B COCTaBE
MOJIOBBIX XPOMOCOM Y MHOTHX BUOB YEIIyHYaThIX. DTOT pe3yabTaT MPEANOIaraet, uro B
XO/JI€ BOJIIOIMU TOJIOBBIX XPOMOCOM Y MPEJICTaBUTENECH AAHHOTO TAKCOHA MPOUCXOIUT
KOHBEPI'€HTHOE UCII0JIb30BAaHUE OJHUX U TEX XK€ rpyni cueruienus. [locienoBaTenbHOCTH
JIHK, nonmydeHHbIe B pe3yJbTaTe CEKBEHUPOBAHUS OTJEIBHBIX XPOMOCOMOCIICIIU(DUUHBIX
JIHK-6nbnuotek, MOryT OBITh TIOJIE3HBIMU JUISI YTOYHEHUS TE€HOMHBIX COOpOK
XPOMOCOMHOTI'O YPOBHS y HCCIIEAYEMbIX BHJIOB.

buounpopmaruuecknii mouck u Gu3nueckoe KapTUPOBAHUE MTOCIICIOBATEIILHOCTEH
cat/IHK ¢ momomisio FISH Ha xpomocomax S. malachiticus, C. calyptratus u C. mitratus
NOoKa3alyd pachpenesieHne Haubojee MPEICTaBICHHBIX B TI'E€HOME IOBTOPSIOIIUXCS
CaTEeJUTUTHBIX MOCJIEI0BATEILHOCTEW B KAPUOTHUIAX UCCIIETyEMbIX BUAOB. BoNbIIMHCTBO
nocnenosarenbHocTer cat/{HK nokaszanu TeHaeHInIo K KJacTepru3aluy B ONPEICIICHHBIX
XPOMOCOMHBIX paiioHax. i reTepoXpOMaTHHOBBIX PAiOHOB BHIPOKIAIOUINXCS MOJIOBBIX
XpOMOCOM 3a00pHOM UT'yaHbl U LIECHTPATbHOAMEPUKAHCKOTO T€KKOHA XapaKTepHa CI0KHas
opranm3anusi  catemutHor  JIHK, mnpu  sTomM  GONBIIMHCTBO  OOHAPYXEHHBIX
nocnenosarenbHocTel cat/IHK He sBisitoTcst cnenuduyHbIMU 7151 TOJIOBBIX XPOMOCOM U
MOTYT BXOJUTh B COCTaB ayTOCOM. B To ke BpeMmsl, mpeanoiaraeMble MOJI0BbIE XPOMOCOMBI
HEeMEHCKOro XaMeJIeoHa XapaKTepu3ylTcsa OTCYTCTBUEM BUANMOro HakoruieHus cat/JHK,
YTO MOJATBEP)KIACT MPENOJIOKEHHE 00 MX HU3KOW CTENEHU TeTepOXpOMaTHHH3AIHH.
HekoTtopeie obHapyxeHHble mocienoBatenbHocTu cat/JHK moryt mcnonbs3oBatbest kak

MapKEPbI OTACIIBHBIX XpPOMOCOM 6J1ar011ap;1 ux CHGHI/I(i)I/I‘IHOCTI/I.
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BbIBO/IbI

[TosoBbie XpoMocoMbI 3a00pHOM ManmaxuToBol uryansl (Sceloporus malachiticus)
chopMHUPOBANKCH B pe3yJibTaTe CIUSHUS MPEAKOBON MOJIOBOM XPOMOCOMBI HT'yaH
kiaanel Pleurodonta ¢ geteippMst mapamu ayrocoM. OOHapyKEHHBIE CHHTECHHBIC
Ipynmnbl TE€HOB OIKCaHbl B COCTAaBE IOJOBBIX XPOMOCOM Y MHOTHX BHJIOB
YeNryHJaTeiX, 4TO MPEIoaraeT KOHBEPreHTHOE HCITOJIB30BAaHUE ITHX TPy B
KauyecTBE T€HETUYECKOT0 MaTepuana ajsi GOpMHUPOBAHUS MOJIOBBIX XPOMOCOM.
[Tpouiecc dopmupoBanus Og0oka KOHCTUTYTHBHOTO TeTepoXpoMaTHHa Ha Y-
XpoMocome 3abopHOi ManmaxuToBod uryanbsl (S. malachiticus) compososkmaincs
HAKOIUICHHEM KaK MUHUMYM JIEBSITH MocjenoBarensHocteil carerumtaoi JJHK.
[IpeanomaraeMoi mapoy MojJ0BEIX XPOMOCOM B KAPUOTUIIE HEMEHCKOIO XaMeJIEOHA
(Chamaeleo calyptratus) sBaseTcs mapa MakpoXpoMOcoM IisiTb. B cocraBe
MPE/IIOIaraeMbIX MOJIOBBIX XPOMOCOM HEMEHCKOTO XaMeJIeOHa HE HAKaIUTHBAOTCS
nocnenoBarenbHocTH careuiuTHoM JIHK, 4To ykaspiBaeT Ha HU3KYIO CTEMCHb
BBIPOKJICHHOCTH TOMOJIOTOB U CBHJICTEIIECTBYET 00 MX OTHOCHUTEIHHO MOJIOJIOM
HBOJIIOLIMOHHOM BO3pACTE.

[TocnenoBaTenbHOCTH MPEIKOBOI X-XpOMOCOMBI MTYaH Kiiajsl Pleurodonta Bxoast
B COCTaB IOJIOBBIX XPOMOCOM HeMeHCKOro xameneona (kimamga Acrodonta), dro
MpearoyiaracT TMapajuieiu3M B DBOJIOLUMU TOJIOBBIX XPOMOCOM JIBYX KIaJl
UT'yaHOOOPa3HBIX.

[TonoBbie xpomocombl cucTeMbl X1X1X2X2/X1X2Y 10KaTaHCKOTO MOJI0CaTOro
rekkoHa (Coleonyx elegans) u menrpamsHOoaMepukaHckoro rekkona (Coleonyx
mitratus) sBisrorcst  oprosoramMd.  CHHTEHHBIE  TPYIIbL,  (OPMHUPYIOIIHE
IICEBJI0AYTOCOMHBIN PaliOH, YaCTUYHO OPTOJIOTUYHBI ITIOJIOBBIM XpPOMOCOMAaM 3MEW,
MpPaMOPHOTO IeKKOHA 1 KOPUYHEBOTO aHOJIUCA.

HecmoTrpss Ha  OTCYTCTBHME  BBIPDQKCHHBIX  OJIOKOB ~ KOHCTHTYTHBHOTO
reTepoXpoMaTHHA Ha MOJOBBIX XpoMocomax C. mitratus, mepuieHTpOMEpHBIi
paiioH Y-XpOMOCOMBI XapaKTEepU3yeTCs HAKOIUICHHEM KaK MHHHMYM [IATH
nocienoBarenbHoctei  catenutHod  JIHK, kotopeie He sBusioTcs Y-

crienuPUIHBIMH.



83

CIIMCOK JIMTEPATYPBI

Alam SMI, Sarre SD, Gleeson D, Georges A, Ezaz T (2018) Did lizards follow unique
pathways in sex chromosome evolution? Genes 9: 20-28.
https://doi.org/10.3390/genes9050239

Alf6ldi J, Di Palma F, Grabherr M, Williams C, Kong L, Mauceli E, Russell P, Lowe
CB, Glor RE, Jaffe JD, Ray DA, Boissinot S, Shedlock AM, Botka C, Castoe TA,
Colbourne JK, Fujita MK, Moreno RG, Ten Hallers BF, Haussler D, Heger A, Heiman
D, Janes DE, Johnson J, De Jong PJ, Koriabine MY, Lara M, Novick PA, Organ CL,
Peach SE, Poe S, Pollock DD, De Queiroz K, Sanger T, Searle S, Smith JD, Smith Z,
Swofford R, Turner-Maier J, Wade J, Young S, Zadissa A, Edwards S V, Glenn TC,
Schneider CJ, Losos JB, Lander ES, Breen M, Ponting CP, Lindblad-Toh K (2011)
The genome of the green anole lizard and a comparative analysis with birds and
mammals. Nature 477: 587-591. https://doi.org/10.1038/nature10390

Altmanova M, Rovatsos M, Johnson Pokorna M, Vesely M, Wagner F, Kratochvil L
(2018) All iguana families with the exception of basilisks share sex chromosomes.
Zoology 126: 98-102. https://doi.org/10.1016/j.z00l.2017.11.007 Bachtrog D (2006)
A dynamic view of sex chromosome evolution. Current Opinion in Genetics and
Development 16: 578-585. https://doi.org/10.1016/j.9gde.2006.10.007

Bachtrog D, Mank JE, Peichel CL, Kirkpatrick M, Otto SP, Ashman TL, Hahn MW,
Kitano J, Mayrose I, Ming R, Perrin N, Ross L, Valenzuela N, Vamosi JC, Mank JE,
Peichel CL, Ashman TL, Blackmon H, Goldberg EE, Hahn MW, Kirkpatrick M,
Kitano J, Mayrose I, Ming R, Pennell MW, Perrin N, Valenzuela N, Vamosi JC (2014)
Sex Determination: Why So Many Ways of Doing It? PLoS Biology 12: 1-13.
https://doi.org/10.1371/journal.pbio.1001899

Bachtrog D, Kirkpatrick M, Mank JE, McDaniel SF, Pires JC, Rice WR, Valenzuela
N (2011) Are all sex chromosomes created equal? Trends in Genetics 27: 350-357.
https://doi.org/10.1016/j.tig.2011.05.005

Baron D, Batista F, Chaffaux S, Cocquet J, Cotinot C, Cribiu E, De Baeree E, Guiguen
Y, Jaubert F, Pailhoux E, Pannetier M, Vaiman D, Vigier B, Veitia R, Fellous M (2005)
FoxI2 gene and the development of the ovary: A story about goat, mouse, fish and
woman. Reproduction Nutrition Development 45: 377-382.
https://doi.org/10.1051/rnd:2005028

Beklemisheva VR, Lemskaya NA, Prokopov DY, Perelman PL, Romanenko SA,
Proskuryakova AA, Serdyukova NA, Utkin YA, Nie W, Ferguson-Smith MA, Yang
F, Graphodatsky AS (2023) Maps of Constitutive-Heterochromatin Distribution for
Four Martes Species (Mustelidae, Carnivora, Mammalia) Show the Formative Role of
Macrosatellite Repeats in Interspecific Variation of Chromosome Structure. Genes 14.
https://doi.org/10.3390/genes14020489

Bellott DW, Skaletsky H, Cho T-J, Brown L, Locke D, Chen N, Galkina S, Pyntikova



10.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

84

T, Koutseva N, Graves T, Kremitzki C, Warren WC, Clark AG, Gaginskaya E, Wilson
RK, David & (2017) Avian W and mammalian Y chromosomes convergently retained
dosage-sensitive regulators. Nature Publishing Group 49.
https://doi.org/10.1038/ng.3778

Benson G (1999) Tandem repeats finder: A program to analyze DNA sequences.
Nucleic Acids Research 27: 573-580. https://doi.org/10.1093/nar/27.2.573

Bergero R, Charlesworth D (2009) The evolution of restricted recombination in sex
chromosomes.  Trends in  Ecology and Evolution 24: 94-102.
https://doi.org/10.1016/j.tree.2008.09.010

Bergero R, Qiu S, Charlesworth D (2015) Gene loss from a plant sex chromosome
system. Current Biology 25: 1234-1240. https://doi.org/10.1016/j.cub.2015.03.015

Bernardi G (1993) The vertebrate genome: Isochores and evolution. In: Molecular
Biology and Evolution., 186—-204.
https://doi.org/10.1093/oxfordjournals.molbev.a039994

Biscotti MA, Olmo E, Heslop-Harrison JS (Pat. (2015) Repetitive DNA in eukaryotic
genomes. Chromosome Research 23: 415-420. https://doi.org/10.1007/s10577-015-
9499-z

Bull JJ (1983) Evolution of sex determining mechanisns. The Benjamin/Cummings
Publishing Company, Inc.

Camacho JPM, Schmid M, Cabrero J (2011) B Chromosomes and Sex in Animals.
Sexual Development 5: 155-166. https://doi.org/10.1159/000324930

Capel B (2017) Vertebrate sex determination: Evolutionary plasticity of a fundamental
switch. Nature Reviews Genetics 18: 675-689. https://doi.org/10.1038/nrg.2017.60

Chalopin D, Volff JN, Galiana D, Anderson JL, Schartl M (2015) Transposable
elements and early evolution of sex chromosomes in fish. Chromosome Research 23:
545-560. https://doi.org/10.1007/s10577-015-9490-8

Charlesworth B (1991) The Evoluton of Sex Chromosomes. Science 251: 1030-1033.
Available from: http://science.sciencemag.org/ (May 29, 2021).

Charlesworth D (2017) Evolution of recombination rates between sex chromosomes.
Philosophical Transactions of the Royal Society B: Biological Sciences 372:
20160456. https://doi.org/10.1098/rsth.2016.0456

Charlesworth D (2021) When and how do sex-linked regions become sex
chromosomes? Evolution 75: 569-581. https://doi.org/10.1111/EV0.14196



21.

22.

23.

24.

25.

26.

21.

28.

29.

30.

31.

32.

85

Charlesworth D, Charlesworth B, Marais G (2005) Steps in the evolution of
heteromorphic sex chromosomes. Heredity 95: 118-128.
https://doi.org/10.1038/sj.hdy.6800697

Charlesworth D, Bergero R, Graham C, Gardner J, Keegan K (2021) How did the
guppy Y  chromosome evolve? PL0oS  Genetics 17: e1009704.
https://doi.org/10.1371/journal.pgen.1009704

Chiari Y, Cahais V, Galtier N, Delsuc F (2012) Phylogenomic analyses support the
position of turtles as the sister group of birds and crocodiles (Archosauria). BMC
Biology 10: 1-15. https://doi.org/10.1186/1741-7007-10-65

Ciofi C, Swingland IR (1997) Environmental sex determination in reptiles. Applied
Animal Behaviour Science 51: 251-265. https://doi.org/10.1016/S0168-
1591(96)01108-2

Clark FE, Kocher TD (2019) Changing sex for selfish gain: B chromosomes of Lake
Malawi cichlid fish. Scientific Reports 9: 1-10. https://doi.org/10.1038/s41598-019-
55774-8

Cortez D, Marin R, Toledo-Flores D, Froidevaux L, Liechti A, Waters PD, Griitzner
F, Kaessmann H (2014) Origins and functional evolution of y chromosomes across
mammals. Nature 508: 488-493. https://doi.org/10.1038/nature13151

Costantini M, Cammarano R, Bernardi G (2009) The evolution of isochore patterns in
vertebrate genomes. BMC Genomics 10. https://doi.org/10.1186/1471-2164-10-146

Crepaldi C, Parise-Maltempi PP (2020) Heteromorphic Sex Chromosomes and Their
DNA Content in Fish: An Insight through Satellite DNA Accumulation in
Megaleporinus elongatus. Cytogenetic and Genome Research 160: 38-46.
https://doi.org/10.1159/000506265

Crepaldi C, Marti E, Gongalves EM, Marti DA, Parise-Maltempi PP (2021) Genomic
Differences Between the Sexes in a Fish Species Seen Through Satellite DNAs.
Frontiers in Genetics 12: 728670. https://doi.org/10.3389/fgene.2021.728670

Crow JF (1994) Advantages of sexual reproduction. Developmental Genetics 15: 205—
213. https://doi.org/10.1002/dvg.1020150303

Cui Z, Liu Y, Wang W, Wang Q, Zhang N, Lin F, Wang N, Shao C, Dong Z, Li Y,
Yang Y, Hu M, Li H, Gao F, Wei Z, Meng L, Liu Y, Wei M, Zhu Y, Guo H, Cheng
CHK, Schartl M, Chen S (2017) Genome editing reveals dmrtl as an essential male
sex-determining gene in Chinese tongue sole (Cynoglossus semilaevis). Scientific
Reports 7: 1-10. https://doi.org/10.1038/srep42213

Deakin JE, Edwards MJ, Patel H, O’meally D, Lian J, Stenhouse R, Ryan S, Livernois



33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

86

AM, Azad B, Holleley CE, Li Q, Georges A (2016) Anchoring genome sequence to
chromosomes of the central bearded dragon (Pogona vitticeps) enables reconstruction
of ancestral squamate macrochromosomes and identifies sequence content of the Z
chromosome. BMC Genomics 17: 447. https://doi.org/10.1186/s12864-016-2774-3

Deakin JE, Potter S, O’Neill R, Ruiz-Herrera A, Cioffi MB, Eldridge MDB, Fukui K,
Marshall Graves JA, Griffin D, Grutzner F, Kratochvil L, Miura |, Rovatsos M,
Srikulnath K, Wapstra E, Ezaz T (2019) Chromosomics: Bridging the Gap between
Genomes and Chromosomes. Genes 10: 627. https://doi.org/10.3390/genes10080627

Eyre-Walker A, Hurst LD (2001) The evolution of isochores. Nature Reviews Genetics
2: 549-555. https://doi.org/10.1038/35080577

Ezaz T, Deakin JE (2014) Repetitive Sequence and Sex Chromosome Evolution in
Vertebrates. Advances in Evolutionary Biology 2014: 1-9.
https://doi.org/10.1155/2014/104683

Ezaz T, Srikulnath K, Graves JAM (2017) Origin of amniote sex chromosomes: An
ancestral super-sex chromosome, or common requirements? Journal of Heredity 108:
94-105. https://doi.org/10.1093/jhered/esw053

Ezaz T, Stiglec R, Veyrunes F, Marshall Graves JA (2006) Relationships between
Vertebrate ZW and XY Sex Chromosome Systems. Current Biology 16: R736-R743.
https://doi.org/10.1016/j.cub.2006.08.021

Ezaz T, Quinn AE, Miura I, Sarre SD, Georges A, Graves JAM (2005) The dragon
lizard Pogona vitticeps has ZZ/ZW micro-sex chromosomes. Chromosome Research
13: 763-776. https://doi.org/10.1007/s10577-005-1010-9

Figuet E, Ballenghien M, Romiguier J, Galtier N (2015) Biased gene conversion and
GC-content evolution in the coding sequences of reptiles and vertebrates. Genome
Biology and Evolution 7: 240-250. https://doi.org/10.1093/gbe/evu277

Flynn JM, Hubley R, Goubert C, Rosen J, Clark AG, Feschotte C, Smit AF (2020)
RepeatModeler2 for automated genomic discovery of transposable element families.
Proceedings of the National Academy of Sciences of the United States of America 117:
9451-9457. https://doi.org/10.1073/pnas.1921046117

Fujita MK, Edwards S V, Ponting CP (2011) The Anolis lizard genome: an amniote
genome without isochores. Genome Biology 3: 974-84.
https://doi.org/10.1093/gbe/evr072

Furman BLS, Metzger DCH, Darolti I, Wright AE, Sandkam BA, Almeida P, Shu JJ,
Mank JE, Fraser B (2020) Sex Chromosome Evolution: So Many Exceptions to the
Rules. Genome Biology and Evolution 12: 750-763.
https://doi.org/10.1093/gbe/evaa081



43.

44,

45.

46.

47.

48.

49.

50.

ol.

52.

53.

87

Gamble T (2010) A review of sex determining mechanisms in geckos (Gekkota:
Squamata). Sexual Development 4: 88-103. https://doi.org/10.1159/000289578

Gamble T, Greenbaum E, Jackman TR, Bauer AM (2015a) Into the light: diurnality
has evolved multiple times in geckos. Biological Journal of the Linnean Society 115:
896-910. https://doi.org/10.1111/bij.12536

Gamble T, Coryell J, Ezaz T, Lynch J, Scantlebury DP, Zarkower D (2015b)
Restriction site-associated DNA sequencing (RAD-seq) reveals an extraordinary
number of transitions among gecko sex-determining systems. Molecular Biology and
Evolution 32: 1296-1309. https://doi.org/10.1093/molbev/msv023

Gamble T, Castoe TA, Nielsen S V., Banks JL, Card DC, Schield DR, Schuett GW,
Booth W (2017) The Discovery of XY Sex Chromosomes in a Boa and Python. Current
Biology 27: 2148-2153.e4. https://doi.org/10.1016/j.cub.2017.06.010

Gatto KP, Mattos J V., Seger KR, Lourengo LB (2018) Sex chromosome
differentiation in the frog genus Pseudis involves satellite DNA and chromosome
rearrangements. Frontiers in Genetics 9: 371621.
https://doi.org/10.3389/fgene.2018.00301

Ge C, Ye J, Weber C, Sun W, Zhang H, Zhou Y, Cai C, Qian G, Capel B (2018) The
histone demethylase KDMG6B regulates temperature-dependent sex determination in a
turtle species. Science 360: 645-648. https://doi.org/10.1126/science.aap8328

Giovannotti M, Trifonov VA, Paoletti & A, Kichigin IG, O’brien PCM, Kasai F,
Giovagnoli & G, Ng BL, Ruggeri & P, Cerioni & PN, Splendiani & A, Pereira JC,
Olmo E, Rens & W, Caputo Barucchi V, Ferguson-Smith MA (2017) New insights
into sex chromosome evolution in anole lizards (Reptilia, Dactyloidae). Chromosoma
126: 245-260. https://doi.org/10.1007/s00412-016-0585-6

Gorman G (1973) The chromosomes of the Reptilia: a cytotaxomic interpretation. In:
Chiarelli B, Cappana E (Eds), Cytotaxonomy and vertebrate evolution. Academic
Press, London, 349-424.

Graves JAM (2016) Evolution of vertebrate sex chromosomes and dosage
compensation. Nature Reviews Genetics 17: 33-46.
https://doi.org/10.1038/nrg.2015.2

Green DM, Zeyl CW, Sharbel TF (1993) The evolution of hypervariable sex and
supernumerary (B) chromosomes in the relict New Zealand frog, Leiopelma
hochstetteri. Journal of Evolutionary Biology 6: 417-441.
https://doi.org/10.1046/j.1420-9101.1993.6030417.x

Gu L, Walters JR (2017) Evolution of sex chromosome dosage compensation in



54.

55.

56.

S7.

58.

59.

60.

61.

62.

88

animals: A beautiful theory, undermined by facts and bedeviled by details. Genome
Biology and Evolution 9: 2461-2476. https://doi.org/10.1093/gbe/evx154

Hall WP (2009) Chromosome variation, genomics, speciation and evolution in
Sceloporus lizards. Cytogenetic and Genome Research 127: 143-165.
https://doi.org/10.1159/000304050

Hansson A, Olsson M (2018) Incubation temperature and parental identity determine
sex in the Australian agamid lizard Ctenophorus pictus. Ecology and Evolution 8:
9827-9833. https://doi.org/10.1002/ece3.4466

Hattori RS, Murai Y, Oura M, Masuda S, Majhi SK, Sakamoto T, Fernandino JI,
Somoza GM, Yokota M, Striissmann CA (2012) A Y-linked anti-Miillerian hormone
duplication takes over a critical role in sex determination. Proceedings of the National
Academy of Sciences 109: 2955-2959. https://doi.org/10.1073/pnas.1018392109

Hedges SB, Marin J, Suleski M, Paymer M, Kumar S (2015) Tree of life reveals clock-
like speciation and diversification. Molecular Biology and Evolution 32: 835-845.
https://doi.org/10.1093/molbev/msv037

Herpin A, Braasch I, Kraeussling M, Schmidt C, Thoma EC, Nakamura S, Tanaka M,
Schartl M (2010) Transcriptional Rewiring of the Sex Determining dmrtl Gene
Duplicate by Transposable Elements. PLOS Genetics 6: €1000844.
https://doi.org/10.1371/JOURNAL.PGEN.1000844

lannucci A, Makunin Al, Lisachov AP, Ciofi C, Stanyon R, Svartman M, Trifonov VA
(2021) Bridging the gap between vertebrate cytogenetics and genomics with single-
chromosome sequencing (Chromseq). Genes 12: 1-13.
https://doi.org/10.3390/genes12010124

leda R, Hosoya S, Tajima S, Atsumi K, Kamiya T, Nozawa A, Aoki Y, Tasumi S,
Koyama T, Nakamura O, Suzuki Y, Kikuchi K (2018) ldentification of the sex-
determining locus in grass puffer (Takifugu niphobles) provides evidence for sex-
chromosome turnover in a subset of Takifugu species. PLoS ONE 13: e0190635.
https://doi.org/10.1371/journal.pone.0190635

Ijdo JW, Wells RA, Baldini A, Reeders ST (1991) Improved telomere detection using
a telomere repeat probe (TTAGGG)n generated by PCR. Nucleic Acids Research 19:
4780. https://doi.org/10.1093/nar/19.17.4780

Imarazene B, Du K, Beille S, Jouanno E, Feron R, Pan Q, Torres-Paz J, Lopez-Roques
C, Castinel A, Gil L, Kuchly C, Donnadieu C, Parrinello H, Journot L, Cabau C, Zahm
M, Klopp C, Pavlica T, Al-Rikabi A, Liehr T, Simanovsky SA, Bohlen J, Sember A,
Perez J, Veyrunes F, Mueller TD, Postlethwait JH, Schartl M, Herpin A, Rétaux S,
Guiguen Y (2021) A supernumerary “B-sex” chromosome drives male sex
determination in the Pachon cavefish, Astyanax mexicanus. Current Biology 31: 4800-



63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

89

4809.e9. https://doi.org/10.1016/j.cub.2021.08.030

Jesionek W, Bodlakova M, Kubat Z, Cegan R, Vyskot B, Vrana J, Safar J, Puterova J,
Hobza R (2021) Fundamentally different repetitive element composition of sex
chromosomes in  Rumex acetosa. Annals of Botany 127: 33-47.
https://doi.org/10.1093/aob/mcaal60

Johnson M, Zaretskaya I, Raytselis Y, Merezhuk Y, McGinnis S, Madden TL (2008)
NCBI BLAST: a better web interface. Nucleic acids research 36: 5-9.
https://doi.org/10.1093/nar/gkn201

Kamiya T, Kai W, Tasumi S, Oka A, Matsunaga T, Mizuno N, Fujita M, Suetake H,
Suzuki S, Hosoya S, Tohari S, Brenner S, Miyadai T, Venkatesh B, Suzuki Y, Kikuchi
K (2012) A trans-species missense SNP in Amhr2 is associated with sex determination
in the tiger Pufferfish, Takifugu rubripes (Fugu). PLoS Genetics 8: €1002798.
https://doi.org/10.1371/journal.pgen.1002798

Kasai F, O’Brien PCM, Ferguson-Smith MA (2019) Squamate chromosome size and
GC content assessed by flow karyotyping. Cytogenetic and Genome Research 157:
46-52. https://doi.org/10.1159/000497265

Kawagoshi T, Uno Y, Matsubara K, Matsuda Y, Nishida C (2009) The ZW Micro-Sex
Chromosomes of the Chinese Soft-Shelled Turtle (Pelodiscus sinensis, Trionychidae,
Testudines) Have the Same Origin as Chicken Chromosome 15. Cytogenetic and
Genome Research 125: 125-131. https://doi.org/10.1159/000227837

Keating SE, Greenbaum E, Johnson JD, Gamble T (2022) Identification of a cis-sex
chromosome transition in banded geckos (Coleonyx, Eublepharidae, Gekkota). Journal
of Evolutionary Biology 35: 1675-1682. https://doi.org/10.1111/jeb.14022

Kichigin IG, Giovannotti M, Makunin Al, Ng BL, Kabilov MR, Tupikin AE, Caputo
Barucchi V, Splendiani A, Ruggeri P, Rens W, O’Brien PCM, Ferguson-Smith MA,
Graphodatsky AS, Trifonov VA (2016) Evolutionary dynamics of Anolis sex
chromosomes revealed by sequencing of flow sorting-derived microchromosome-
specific  DNA. Molecular Genetics and Genomics 291: 1955-1966.
https://doi.org/10.1007/s00438-016-1230-z

Kiefer JC, Muhr J, Kelsh R (2007) Back to Basics: Sox Genes. Developmental
Dynamics 236: 2356-2366. https://doi.org/10.1002/dvdy.21218

Kohany O, Gentles AJ, Hankus L, Jurka J (2006) Annotation, submission and
screening of repetitive elements in Repbase: RepbaseSubmitter and Censor. BMC
Bioinformatics 7: 1-7. https://doi.org/10.1186/1471-2105-7-474

Kostmann A, Kratochvil L, Rovatsos M (2021) Poorly differentiated XX/XY sex
chromosomes are widely shared across skink radiation. Proceedings of the Royal



73.

74.

75.

76.

77.

78.

79.

80.

90

Society B: Biological Sciences 288: 202021309.
https://doi.org/10.1098/rspb.2020.2139

Kratochvil L, Stock M, Rovatsos M, Bullejos M, Herpin A, Jeffries DL, Peichel CL,
Perrin N, Valenzuela N, Pokorna M (2021a) Expanding the classical paradigm: what
we have learnt from vertebrates about sex chromosome evolution. Philosophical
Transactions of the Royal Society B: Biological Sciences 376: 20200097.
https://doi.org/10.1098/rstb.2020.0097

Kratochvil L, Gamble T, Rovatsos M (2021b) Sex chromosome evolution among
amniotes: Is the origin of sex chromosomes non-random? Philosophical Transactions
of the Royal Society B: Biological Sciences 376: 20200108.
https://doi.org/10.1098/rstb.2020.0108

Kretschmer R, Toma GA, Deon GA, dos Santos N, dos Santos RZ, Utsunomia R,
Porto-Foresti F, Gunski RJ, Garnero ADV, Liehr T, de Oliveira EHC, de Freitas TRO,
Cioffi M de B (2024) Satellitome Analysis in the Southern Lapwing (Vanellus
chilensis) Genome: Implications for SatDNA Evolution in Charadriiform Birds. Genes
15: 1-12. https://doi.org/10.3390/genes15020258

Kretschmer R, Goes CAG, Bertollo LAC, Ezaz T, Porto-Foresti F, Toma GA,
Utsunomia R, de Bello Cioffi M (2022) Satellitome analysis illuminates the evolution
of ZW sex chromosomes of Triportheidae fishes (Teleostei: Characiformes).
Chromosoma 131: 29-45. https://doi.org/10.1007/s00412-022-00768-1

Kuhl H, Guiguen Y, Hohne C, Kreuz E, Du K, Klopp C, Lopez-Roques C, Yebra-
Pimentel ES, Ciorpac M, Gessner J, Holostenco D, Kleiner W, Kohlmann K, Lamatsch
DK, Prokopov D, Bestin A, Bonpunt E, Debeuf B, Haffray P, Morvezen R, Patrice P,
Suciu R, Dirks R, Wuertz S, Kloas W, Schartl M, Stock M (2021) A 180 Myr-old
female-specific genome region in sturgeon reveals the oldest known vertebrate sex
determining system with undifferentiated sex chromosomes. Philosophical
Transactions of the Royal Society B: Biological Sciences 376: 20200089.
https://doi.org/10.1098/rstbh.2020.0089

Lang JW, Andrews H V (1994) Temperature-dependent sex determination in
crocodilians. Journal of Experimental Zoology 270: 28-44.
https://doi.org/10.1002/jez.1402700105

Leaché AD, Sites JW (2010) Chromosome evolution and diversification in north
american spiny lizards (Genus Sceloporus). Cytogenetic and Genome Research 127:
166-181. https://doi.org/10.1159/000293285

Leaché AD, Banbury BL, Linkem CW, De Oca ANM (2016) Phylogenomics of a rapid
radiation: Is chromosomal evolution linked to increased diversification in north
american spiny lizards (Genus Sceloporus)? BMC Evolutionary Biology 16: 1-16.
https://doi.org/10.1186/s12862-016-0628-x



81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91

Lee MSY (2013) Turtle origins: Insights from phylogenetic retrofitting and molecular
scaffolds. Journal of Evolutionary Biology 26: 2729-2738.
https://doi.org/10.1111/jeb.12268

Li M, Shi H, Kocher T (2015) A Tandem Duplicate of Anti-Miillerian Hormone with
a Missense SNP on the Y Chromosome Is Essential for Male Sex Determination in
Nile Tilapia, Oreochromis niloticus. PLOS Genetics 11: e1005678.
https://doi.org/10.1371/journal.pgen.1005678

Li SF, Zhang GJ, Yuan JH, Deng CL, Gao WJ (2016) Repetitive sequences and
epigenetic modification: inseparable partners play important roles in the evolution of
plant sex chromosomes. Planta 243: 1083-1095. https://doi.org/10.1007/s00425-016-
2485-7

Li XY, Gui JF (2018) Diverse and variable sex determination mechanisms in
vertebrates. Science China Life Sciences 61: 1503-1514.
https://doi.org/10.1007/s11427-018-9415-7

Liehr T, Kreskowski K, Ziegler M, Piaszinski K, Rittscher K (2016) The Standard
FISH Procedure. In: Fluorescence In Situ Hybridisation (FISH). Berlin, 109-118.
https://doi.org/10.1007/978-3-662-52959-1 9

Liew WC, Bartfai R, Lim Z, Sreenivasan R, Siegfried KR, Orban L (2012) Polygenic
sex determination system in  zebrafish. PLoS ONE 7: e34397.
https://doi.org/10.1371/journal.pone.0034397

Lind AL, Lai YYY, Mostovoy Y, Holloway AK, lannucci A, Mak ACY, Fondi M,
Orlandini V, Eckalbar WL, Milan M, Rovatsos M, Kichigin 1G, Makunin Al, Johnson
Pokorna M, Altmanova M, Trifonov VA, Schijlen E, Kratochvil L, Fani R, Velensky
P, Rehak I, Patarnello T, Jessop TS, Hicks JW, Ryder OA, Mendelson JR, Ciofi C,
Kwok PY, Pollard KS, Bruneau BG (2019) Genome of the Komodo dragon reveals
adaptations in the cardiovascular and chemosensory systems of monitor lizards. Nature
Ecology and Evolution 3: 1241-1252. https://doi.org/10.1038/s41559-019-0945-8

Lisachov A, Rumyantsev A, Prokopov D, Ferguson-Smith M, Trifonov V (2023)
Conservation of Major Satellite DNAs in Snake Heterochromatin. Animals 13: 334.
https://doi.org/10.3390/AN113030334/S1

Lisachov AP, Makunin Al, Giovannotti M, Pereira JC, Druzhkova AS, Caputo
Barucchi V, Ferguson-Smith MA, Trifonov VA (2019) Genetic Content of the Neo-
Sex Chromosomes in Ctenonotus and Norops (Squamata, Dactyloidae) and
Degeneration of the Y Chromosome as Revealed by High-Throughput Sequencing of
Individual Chromosomes. Cytogenetic and Genome Research 157: 115-122.
https://doi.org/10.1159/000497091

Maden BEH, Dent CL, Farrell TE, Garde J, McCallum FS, Wakeman JA (1987)


https://doi.org/10.1159/000497091

91.

92.

93.

94.

95.

96.

97.

98.

99.

92

Clones of human ribosomal DNA containing the complete 18 S-rRNA and 28 S-rRNA
genes. Characterization, a detailed map of the human ribosomal transcription unit and
diversity among clones. Biochemical Journal 246: 519-527.
https://doi.org/10.1042/bj2460519

Makunin Al, Kichigin IG, Larkin DM, O’brien PCM, Ferguson-Smith MA, Yang F,
Proskuryakova AA, Vorobieva N V, Chernyaeva EN, O’brien SJ, Graphodatsky AS,
Trifonov VA (2016) Contrasting origin of B chromosomes in two cervids (Siberian
roe deer and grey brocket deer) unravelled by chromosome-specific DNA sequencing.
BMC Genomics 17: 618. https://doi.org/10.1186/512864-016-2933-6

Marin R, Cortez D, Lamanna F, Pradeepa MM, Leushkin E, Julien P, Liechti A,
Halbert J, Briining T, Mdssinger K, Trefzer T, Conrad C, Kerver HN, Wade J, Tschopp
P, Kaessmann H (2017) Convergent origination of a Drosophila-like dosage
compensation mechanism in a reptile lineage. Genome Research 27: 1974-1987.
https://doi.org/10.1101/gr.223727.117

Marshall Graves JA, Shetty S (2000) Comparative Genomics of Vertebrates and the
Evolution of Sex Chromosomes. In: Clark M (Ed.), Comparative Genomics. Springer
US, London: Kluwer, 153-205. https://doi.org/10.1007/978-1-4615-4657-3 7

Matson CK, Zarkower D (2012) Sex and the singular DM domain: Insights into sexual
regulation, evolution and plasticity. Nature Reviews Genetics 13: 163-174.
https://doi.org/10.1038/nrg3161

Matsubara K, Tarui H, Toriba M, Yamada K, Nishida-Umehara C, Agata K, Matsuda
Y (2006) Evidence for different origin of sex chromosomes in snakes, birds, and
mammals and step-wise differentiation of snake sex chromosomes. Proceedings of the
National Academy of Sciences of the United States of America 103: 18190-18195.
https://doi.org/10.1073/pnas.0605274103

Matsuda M, Nagama Y, Shinomiya A, Sato T, Matsuda C, Kobayashi T, Morrey CE,
Shibata N, Asakawa S, Shimizu N, Hori H, Hamaguchi S, Sakaizumi M (2002) DMY
Is a Y-specific DM-domain gene required for male development in the medaka fish.
Nature 417: 559-563. https://doi.org/10.1038/nature751

Mazzoleni S, Augstenova B, Clemente L, Auer M, Fritz U, Praschag P, Protiva T,
Velensky P, Kratochvil L, Rovatsos M (2020) Sex is determined by XX/XY sex
chromosomes in Australasian side-necked turtles (Testudines: Chelidae). Scientific
Reports 10: 10. https://doi.org/10.1038/s41598-020-61116-w

Merchant-Larios H, Diaz-Hernandez V (2013) Environmental Sex Determination
Mechanisms in  Reptiles Regulation. Sexual Development 7: 95-103.
https://doi.org/10.1159/000341936

Miura | (2018) Sex determination and sex chromosomes in Amphibia. Sexual



93

Development 11: 298-306. https://doi.org/10.1159/000485270

100. Miura I, Ohtani H, Ogata M (2012) Independent degeneration of W and y sex
chromosomes in frog Rana rugosa. Chromosome Research 20: 47-55.
https://doi.org/10.1007/s10577-011-9258-8

101. Modesto SP, Anderson JS (2004) The phylogenetic definition of reptilia. Systematic
Biology 53: 815-821. https://doi.org/10.1080/10635150490503026

102. Moore EC, Roberts RB (2013) Polygenic sex determination. Current Biology 23:
R510-R512. https://doi.org/10.1016/j.cub.2013.04.004

103. Morescalchi A (1977) Phylogenetic Aspects of Karyological Evidence. In: Major
Patterns in Vertebrate Evolution. Springer US, 149-167. https://doi.org/10.1007/978-
1-4684-8851-7 7

104. Myosho T, Otake H, Masuyama H, Matsuda M, Kuroki Y, Fujiyama A, Naruse K,
Hamaguchi S, Sakaizumi M (2012) Tracing the Emergence of a Novel Sex-
Determining Gene in Medaka, Oryzias luzonensis. Genetics 191: 163-170.
https://doi.org/10.1534/genetics.111.137497

105. Nanda I, Zend-Ajusch E, Shan Z, Griitzner F, Schartl M, Burt DW, Koehler M,
Fowler VM, Goodwill G, Schneider WJ, Mizuno S, Dechant G, Haaf T, Schmid M
(2000) Conserved synteny between the chicken Z sex chromosome and human
chromosome 9 includes the male regulatory gene DMRT1: A comparative (re)view on
avian sex determination. Cytogenetics and Cell Genetics 89: 67-78.
https://doi.org/10.1159/000015567

106. Nandi SS, Ghosh P, Roy SS (2011) Expression of PITX2 homeodomain
transcription factor during rat gonadal development in a sexually dimorphic manner.
Cellular Physiology and Biochemistry 27: 159-170.
https://doi.org/10.1159/000325218

107. Natri HM, Shikano T, Merild J (2013) Progressive recombination suppression and
differentiation in recently evolved neo-sex chromosomes. Molecular Biology and
Evolution 30: 1131-1144. https://doi.org/10.1093/molbev/mst035

108. Negri I, Pellecchia M, Mazzoglio PJ, Patetta A, Alma A (2006) Feminizing
Wolbachia in Zyginidia pullula (Insecta, Hemiptera), a leafhopper with an XX/XO
sex-determination system. Proceedings of the Royal Society B: Biological Sciences
273: 2409-2416. https://doi.org/10.1098/rspb.2006.3592

109. Nielsen S V., Banks JL, Diaz RE, Trainor PA, Gamble T (2018) Dynamic sex
chromosomes in Old World chameleons (Squamata: Chamaeleonidae). Journal of
Evolutionary Biology 31: 484-490. https://doi.org/10.1111/jeb.13242


https://doi.org/10.1007/s10577-011-9258-8

94

110. Nielsen S V., Guzman-Méndez IA, Gamble T, Blumer M, Pinto BJ, Kratochvil L,
Rovatsos M (2019) Escaping the evolutionary trap? Sex chromosome turnover in
basilisks and related lizards (Corytophanidae: Squamata). Biology Letters 15.
https://doi.org/10.1098/rsbl.2019.0498

111. Novak P, Neumann P, Pech J, Steinhaisl J, MacAs J (2013) RepeatExplorer: A
Galaxy-based web server for genome-wide characterization of eukaryotic repetitive
elements from next-generation sequence reads. Bioinformatics 29: 792-793.
https://doi.org/10.1093/bioinformatics/btt054

112. Novék P, Robledillo LA, Koblizkova A, Vrbova |, Neumann P, Macas J (2017)
TAREAN: A computational tool for identification and characterization of satellite
DNA from unassembled short reads. Nucleic Acids Research 45: 111.
https://doi.org/10.1093/nar/gkx257

113. O’Meally D, Ezaz T, Georges A, Sarre SD, Graves JAM (2012) Are some
chromosomes particularly good at sex? Insights from amniotes. Chromosome
Research 20: 7-19. https://doi.org/10.1007/s10577-011-9266-8

114. Olmo E (1986) Animal Cytogenetics: Chordata. Reptilia. John (Ed.). Gebrueder
Borntraeger, Berlin-Stuttgart, 1-100 pp.

115. Olmo E (2008) Trends in the evolution of reptilian chromosomes. Integrative and
Comparative Biology 48: 486-493. https://doi.org/10.1093/icb/icn049

116. Otto SP, Pannell JR, Peichel CL, Ashman TL, Charlesworth D, Chippindale AK,
Delph LF, Guerrero RF, Scarpino S V., McAllister BF (2011) About PAR: The distinct
evolutionary dynamics of the pseudoautosomal region. Trends in Genetics 27: 358—
367. https://doi.org/10.1016/j.tig.2011.05.001

117. Pan Q, Kay T, Depincé A, Adolfi M, Schartl M, Guiguen Y, Herpin A (2021)
Evolution of master sex determiners: TGF-f signalling pathways at regulatory
crossroads. Philosophical Transactions of the Royal Society B: Biological Sciences
376: 20200091. https://doi.org/10.1098/rsth.2020.0091

118. Papadopulos AST, Chester M, Ridout K, Filatov DA (2015) Rapid y degeneration
and dosage compensation in plant sex chromosomes. Proceedings of the National
Academy of Sciences of the United States of America 112: 13021-13026.
https://doi.org/10.1073/pnas.1508454112

119. Payer B, Lee JT (2008) X chromosome dosage compensation: How mammals keep
the balance. Annual Review of Genetics 42: 733-772.
https://doi.org/10.1146/annurev.genet.42.110807.091711

120. Pellegrini M, Pantano S, Lucchini F, Fumi M, Forabosco A (1997) Emx2
developmental expression in the primordia of the reproductive and excretory systems.



95

Anatomy and embryology 196: 427-433.

121. Pennell MW, Mank JE, Peichel CL (2018) Transitions in sex determination and sex
chromosomes across vertebrate species. Molecular Ecology 27: 3950-3963.
https://doi.org/10.1111/mec.14540

122. Pensabene E, Kratochvil L, Rovatsos M (2020) Independent evolution of sex
chromosomes in eublepharid geckos, a lineage with environmental and genotypic sex
determination. Life 10: 1-11. https://doi.org/10.3390/1ife10120342

123. Pinto BJ, Gamble T, Smith CH, Wilson MA (2023) A lizard is never late: Squamate
genomics as a recent catalyst for understanding sex chromosome and
microchromosome  evolution.  Journal  of  Heredity  114:  445-458.
https://doi.org/10.1093/jhered/esad023

124. Pokorna M, Rabova M, Rab P, Ferguson-Smith MA, Rens W, Kratochvil L (2010)
Differentiation of sex chromosomes and karyotypic evolution in the eye-lid geckos
(Squamata: Gekkota: Eublepharidae), a group with different modes of sex
determination. Chromosome Research 18: 809-820. https://doi.org/10.1007/s10577-
010-9154-7

125. Pokorna MJ, Kratochvil L (2009) Phylogeny of sex-determining mechanisms in
squamate reptiles: Are sex chromosomes an evolutionary trap? Zoological Journal of
the Linnean Society 156: 168—183. https://doi.org/10.1111/j.1096-3642.2008.00481.x

126. Pokorna MJ, Kratochvil L (2016) What was the ancestral sex-determining
mechanism in  amniote  vertebrates? Biological Reviews 91: 1-12.
https://doi.org/10.1111/brv.12156

127. Pokorna MJ, Trifonov VA, Rens W, Ferguson-Smith MA, Kratochvil L (2015) Low
rate of interchromosomal rearrangements during old radiation of gekkotan lizards
(Squamata: Gekkota). Chromosome Research 23: 299-309.
https://doi.org/10.1007/s10577-015-9468-6

128. Polanco JC, Wilhelm D, Davidson TL, Knight D, Koopman P (2010) Sox10 gain-
of-function causes XX sex reversal in mice: implications for human 22g-linked
disorders of sex development. Human Molecular Genetics 19: 506-516.
https://doi.org/10.1093/HMG/DDP520

129. Ponnikas S, Sigeman H, Abbott JK, Hansson B (2018) Why Do Sex Chromosomes
Stop Recombining? Trends in Genetics 34: 492-503.
https://doi.org/10.1016/j.tig.2018.04.001

130. Proskuryakova AA, Kulemzina Al, Perelman PL, Makunin Al, Larkin DM, Farré
M, Kukekova A V., Lynn Johnson J, Lemskaya NA, Beklemisheva VR, Roelke-Parker
ME, Bellizzi J, Ryder OA, O’Brien SJ, Graphodatsky AS (2017) X chromosome



96

evolution in cetartiodactyla. Genes 8: 216. https://doi.org/10.3390/genes8090216

131. Pyron R, Burbrink FT, Wiens JJ (2013) A phylogeny and revised classification of
Squamata, including 4161 species of lizards and snakes. BMC Evolutionary Biology
13: 93. https://doi.org/10.1186/1471-2148-13-93

132.  Pyron RA, Burbrink FT (2014) Early origin of viviparity and multiple reversions to
oviparity in squamate reptiles. Ecology Letters 17: 13-21.
https://doi.org/10.1111/ele.12168

133. Quinn AE, Georges A, Sarre SD, Guarino F, Ezaz T, Graves JAM (2007)
Temperature sex reversal implies sex gene dosage in a reptile. Science 316: 411.
https://doi.org/10.1126/science.1135925

134. Radder RS, Quinn AE, Georges A, Sarre SD, Shine R (2008) Genetic evidence for
co-occurrence of chromosomal and thermal sex-determining systems in a lizard.
Biology Letters 4: 176-178. https://doi.org/10.1098/rsbl.2007.0583

135. Reichwald K, Petzold A, Koch P, Downie BR, Hartmann N, Pietsch S, Baumgart
M, Chalopin D, Felder M, Bens M, Sahm A, Szafranski K, Taudien S, Groth M, Arisi
I, Weise A, Bhatt SS, Sharma V, Kraus JM, Schmid F, Priebe S, Liehr T, Gorlach M,
Than ME, Hiller M, Kestler HA, Volff JN, Schartl M, Cellerino A, Englert C, Platzer
M (2015) Insights into Sex Chromosome Evolution and Aging from the Genome of a
Short-Lived Fish. Cell 163: 1527-1538. https://doi.org/10.1016/j.cell.2015.10.071

136. Romanenko SA, Biltueva LS, Serdyukova NA, Kulemzina Al, Beklemisheva VR,
Gladkikh OL, Lemskaya NA, Interesova EA, Korentovich MA, Vorobieva N V,
Graphodatsky AS, Trifonov VA (2015) Segmental paleotetraploidy revealed in sterlet
(Acipenser ruthenus) genome by chromosome painting. Molecular cytogenetics 8: 90.
https://doi.org/10.1186/s13039-015-0194-8

137. Rovatsos M, Altmanova M, Pokorna M, Kratochvil L (2014) Conserved sex
chromosomes across adaptively radiated anolis lizards. Evolution 68: 2079-2085.
https://doi.org/10.1111/ev0.12357

138. Rovatsos M, Vuki¢ J, Lymberakis P, Kratochvil L (2015) Evolutionary stability of
sex chromosomes in snakes. Proceedings of the Royal Society B: Biological Sciences
282. https://doi.org/10.1098/rspb.2015.1992

139. Rovatsos M, Praschag P, Fritz U, Kratochvil L (2017a) Stable Cretaceous sex
chromosomes enable molecular sexing in softshell turtles (Testudines: Trionychidae).
Scientific Reports 7: 1-6. https://doi.org/10.1038/srep42150

140. Rovatsos M, Farkacova K, Altmanova M, Johnson Pokorna M, Kratochvil L
(2019a) The rise and fall of differentiated sex chromosomes in geckos. Molecular
Ecology 28: 3042—3052. https://doi.org/10.1111/mec.15126



97

141. Rovatsos M, Altmanova M, Pokorna MJ, Velensky P, Baca AS, Kratochvil L
(2017b) Evolution of karyotypes in chameleons. Genes 8: 1-16.
https://doi.org/10.3390/genes8120382

142. Rovatsos M, Altmanova M, Augstenova B, Mazzoleni S, Velensky P, Kratochvil L
(2019b) ZZ/ZW sex determination with multiple neo-sex chromosomes is common in
madagascan chameleons of the genus Furcifer (Reptilia: Chamaeleonidae). Genes 10:
1-14. https://doi.org/10.3390/genes10121020

143. Rovatsos M, Gamble T, Nielsen S, Georges A, Ezaz T, Kratochvil L (2021) Do
male and female heterogamety really differ in expression regulation? Lack of global
dosage balance in pygopodid geckos. Philosophical Transactions of the Royal Society
B 376: 20200102. https://doi.org/10.1101/2020.06.03.132241

144. Rovatsos M, Mazzoleni S, Augstenova B, Altmanova M, Velensky P, Glaw F,
Sanchez A, Kratochvil L (2024) Heteromorphic ZZ/ZW sex chromosomes sharing
gene content with mammalian XX/XY are conserved in Madagascan chameleons of
the genus Furcifer. Scientific Reports 14: 1-10. https://doi.org/10.1038/s41598-024-
55431-9

145. Rovatsos MT, Marchal JA, Romero-Fernandez I, Arroyo M, Athanasopoulou EB,
Sanchez A (2017c) Extensive Sex Chromosome Polymorphism of Microtus
thomasi/Microtus atticus Species Complex Associated with Cryptic Chromosomal
Rearrangements and Independent Accumulation of Heterochromatin. Cytogenetic and
Genome Research 151: 198-207. https://doi.org/10.1159/000477114

146. Sambrook J, Russell DW (2006) Purification of Nucleic Acids by Extraction with
Phenol:Chloroform. Cold Spring Harbor Protocols 2006: pdb.prot4455.
https://doi.org/10.1101/pdb.prot4455

147. Schartl M, Schories S, Wakamatsu Y, Nagao Y, Hashimoto H, Bertin C, Mourot B,
Schmidt C, Wilhelm D, Centanin L, Guiguen Y, Herpin A (2018) Sox5 is involved in
germ-cell regulation and sex determination in medaka following co-option of nested
transposable elements. BMC Biology 16: 1-17. https://doi.org/10.1186/S12915-018-
0485-8/FIGURES/8

148. Schartl M, Schmid M, Nanda | (2016) Dynamics of vertebrate sex chromosome
evolution: from equal size to giants and dwarfs. Chromosoma 125: 553-571.
https://doi.org/10.1007/s00412-015-0569-y

149. Schmid M, Feichfinger W, Wanda I, Schakowski R, Garcia RV, Puppo JM, Badillo
AF (1994) An extraordinarily low diploid chromosome number in the reptile
Gonatodes taniae (Squamata, Gekkonidae). Journal of Heredity 85: 255-260.

150. Ser JR, Roberts RB, Kocher TD (2010) Multiple interacting loci control sex



98

determination in Lake Malawi cichlid fish. Evolution 64: 486-501.
https://doi.org/10.1111/j.1558-5646.2009.00871.x

151. Shan Z, Nanda I, Wang Y, Schmid M, Vortkamp A, Haaf T (2000) Sex-specific
expression of an evolutionarily conserved male regulatory gene, DMRTY, in birds.
Cytogenetics and Cell Genetics 89: 252-257. https://doi.org/10.1159/000015626

152. Sheeley SL, Mcallister BF (2009) Mobile male-killer: similar Wolbachia strains kill
males of  divergent  Drosophila  hosts.  Heredity  102: 286-292.
https://doi.org/10.1038/hdy.2008.126

153. Sidhom M, Said K, Chatti N, Guarino FM, Odierna G, Petraccioli A, Picariello O,
Mezzasalma M (2020) Karyological characterization of the common chameleon
(Chamaeleo chamaeleon) provides insights on the evolution and diversification of sex
chromosomes in Chamaeleonidae. Zoology 141: 125738.
https://doi.org/10.1016/j.z00l.2019.125738

154. Da Silva MJ, Fogarin Destro R, Gazoni T, Narimatsu H, Pereira Dos Santos PS,
Haddad CFB, Parise-Maltempi PP (2020) Great Abundance of Satellite DNA in
Proceratophrys (Anura, Odontophrynidae) Revealed by Genome Sequencing.
Cytogenetic and Genome Research 160: 141-147. https://doi.org/10.1159/000506531

155. Singh L, Purdom IF, Jones KW (1980) Sex chromosome associated satellite DNA:
Evolution and conservation. Chromosoma 79: 137-157.
https://doi.org/10.1007/BF01175181

156. de Smet W. H. O. (1981) Acta Zoologica et Pathologica Antverpiensia (Belgium)
Description of the orcein stained karyotypes of 27 lizards species (Lacertilia, Reptilia)
belonging to the families Iguanidae, Agamidae, Chameleontidae and Gekkonidae
(Ascalabota).

157.  Smith CA, Roeszler KN, Ohnesorg T, Cummins DM, Farlie PG, Doran TJ, Sinclair
AH (2009) The avian Z-linked gene DMRT1 is required for male sex determination in
the chicken. Nature 461: 261-271. https://doi.org/10.1038/nature08298

158. Srikulnath K, Uno Y, Nishida C, Matsuda Y (2013) Karyotype evolution in monitor
lizards: Cross-species chromosome mapping of cDNA reveals highly conserved
synteny and gene order in the Toxicofera clade. Chromosome Research 21: 805-819.
https://doi.org/10.1007/s10577-013-9398-0

159. Srikulnath K, Uno Y, Nishida C, Ota H, Matsuda Y (2015) Karyotype
reorganization in the Hokou Gecko (Gekko hokouensis, Gekkonidae): The process of
microchromosome disappearance in Gekkota. PLoS ONE 10.
https://doi.org/10.1371/journal.pone.0134829

160. Srikulnath K, Matsubara K, Uno Y, Nishida C, Olsson M, Matsuda Y (2014)


https://doi.org/10.1159/000506531

99

Identification of the linkage group of the Z sex chromosomes of the sand lizard
(Lacerta agilis, Lacertidae) and elucidation of karyotype evolution in lacertid lizards.
Chromosoma 123: 563-575. https://doi.org/10.1007/s00412-014-0467-8

161. Standora EA, Spotila JR (1985) Temperature Dependent Sex Determination in Sea
Turtles. Copeia 1985: 711. https://doi.org/10.2307/1444765

162. Stanyon R, Galleni L (1991) A rapid fibroblast culture technique for high resolution
karyotypes A rapid fibroblast culture technique for high resolution karyotypes. Italian
Journal of Zoology 58: 81-83. https://doi.org/10.1080/11250009109355732

163. Straub T, Becker PB (2007) Dosage compensation: The beginning and end of
generalization. Nature Reviews Genetics 8: 47-57. https://doi.org/10.1038/nrg2013

164. Sumner AT (1972) A simple technique for demonstrating centromeric
heterochromatin. Experimental Cell Research 75: 304-306.
https://doi.org/10.1016/0014-4827(72)90558-7

165. Sutton E, Hughes J, White S, Sekido R, Tan J, Arboleda V, Rogers N, Knower K,
Rowley L, Eyre H, Rizzoti K, Mcaninch D, Goncalves J, Slee J, Turbitt E, Bruno D,
Bengtsson H, Harley V, Vilain E, Sinclair A, Lovell-Badge R, Thomas P (2011)
Identification of SOX3 as an XX male sex reversal gene in mice and humans. The
Journal of Clinical Investigation 121: 328-341. https://doi.org/10.1172/JC142580

166. Takehana Y, Myosho T, Kawakami K (2014) Co-option of Sox3 as the male-
determining factor on the Y chromosome in the fish Oryzias dancena. Nature
Communications 5: 4157. https://doi.org/10.1038/ncomms5157

167. Talbert PB, Henikoff S (2010) Centromeres Convert but Don’t Cross. PL0S Biology
8: €1000326. https://doi.org/10.1371/journal.pbio.1000326

168. Telenius H, Carter NP, Bebb CE, Nordenskjold M, Ponder BAJ, Tunnacliffe A
(1992) Degenerate oligonucleotide-primed PCR: General amplification of target DNA
by a single degenerate primer. Genomics 13: 718-725. https://doi.org/10.1016/0888-
7543(92)90147-K

169. Thakur J, Packiaraj J, Henikoff S (2021) Sequence, Chromatin and Evolution of
Satellite DNA. International Journal of Molecular Sciences 22: 4309.

170. Todd E V., Ortega-Recalde O, Liu H, Lamm MS, Rutherford KM, Cross H, Black
MA, Kardailsky O, Marshall Graves JA, Hore TA, Godwin JR, Gemmell NJ (2019)
Stress, novel sex genes, and epigenetic reprogramming orchestrate socially controlled
sex change. Science Advances 5: 1-15. https://doi.org/10.1126/sciadv.aaw7006

171. Tonini JFR, Beard KH, Ferreira RB, Jetz W, Pyron RA (2016) Fully-sampled
phylogenies of squamates reveal evolutionary patterns in threat status. Biological



100

Conservation 204: 23-31. https://doi.org/10.1016/j.biocon.2016.03.039

172. Townsend TM, Mulcahy DG, Noonan BP, Sites JW, Kuczynski CA, Wiens JJ,
Reeder TW (2011) Phylogeny of iguanian lizards inferred from 29 nuclear loci, and a
comparison of concatenated and species-tree approaches for an ancient, rapid
radiation. Molecular ~ Phylogenetics and  Evolution  61:  363-380.
https://doi.org/10.1016/j.ympev.2011.07.008

173. Toyota K, Akashi H, Ishikawa M, Yamaguchi K, Shigenobu S, Sato T, Lange A,
Tyler CR, Iguchi T, Miyagawa S (2023) Comparative analysis of gonadal
transcriptomes between turtle and alligator identifies common molecular cues
activated during the temperature-sensitive period for sex determination. Gene 888:
147763. https://doi.org/10.1016/j.gene.2023.147763

174. Trifonov VA, Giovannotti M, O&apos;Brien PCM, Wallduck M, Lovell F, Rens
W, Parise-Maltempi PP, Caputo V, Ferguson-Smith MA (2011) Chromosomal
evolution in Gekkonidae. I. Chromosome painting between Gekko and Hemidactylus
species reveals phylogenetic relationships within the group. Chromosome Research
19: 843-855. https://doi.org/10.1007/s10577-011-9241-4

175. Uno Y, Nishida C, Tarui H, Ishishita S, Takagi C (2012) Inference of the
Protokaryotypes of Amniotes and Tetrapods and the Evolutionary Processes of
Microchromosomes from Comparative Gene Mapping. PLoS ONE 7.
https://doi.org/10.1371/journal.pone.0053027

176. Vicoso B (2019) Molecular and evolutionary dynamics of animal sex-chromosome
turnover. Nature Ecology and Evolution 3: 1632-1641.
https://doi.org/10.1038/s41559-019-1050-8

177. Vicoso B, Bachtrog D (2009) Progress and prospects toward our understanding of
the evolution of dosage compensation. Chromosome Research 17: 585-602.
https://doi.org/10.1007/s10577-009-9053-y

178. Vicoso B, Emerson JJ, Zektser Y, Mahajan S, Bachtrog D (2013) Comparative Sex
Chromosome Genomics in Snakes: Differentiation, Evolutionary Strata, and Lack of
Global Dosage Compensation. PL0S Biology 11: 1001643.
https://doi.org/10.1371/journal.pbio.1001643

179. Vidal VPI, Chaboissier MC, De Rooij DG, Schedl A (2001) Sox9 induces testis
development in XX transgenic mice. Nature Genetics 28: 216-217.
https://doi.org/10.1038/90046

180. Volff JN, Schartl M (2001) Variability of genetic sex determination in poeciliid
fishes. Genetica 111: 101-110. https://doi.org/10.1023/A:1013795415808

181. Waters PD, Patel HR, Ruiz-Herrera A, Alvarez-Gonzalez L, Lister NC, Simakov



101

O, Ezaz T, Kaur P, Frere C, Griitzner F, Georges A, Graves JAM (2021)
Microchromosomes are building blocks of bird, reptile, and mammal chromosomes.
PNAS 118: €2112494118. https://doi.org/10.1073/pnas.2112494118

182. Yang F, Carter NP, Shiu L, Ferguson-Smith MA (1995) A comparative study of
karyotypes of muntjacs by chromosome painting. Chromosoma 103: 642-652.
https://doi.org/10.1007/BF00357691

183. Yano A, Guyomard R, Nicol B, Jouanno E, Quillet E, Klopp C, Cabau C, Bouchez
O, Fostier A, Guiguen Y (2012) An immune-related gene evolved into the master sex-
determining gene in rainbow trout, Oncorhynchus mykiss. Current Biology 22: 1423—
1428. https://doi.org/10.1016/j.cub.2012.05.045

184. Yano A, Nicol B, Jouanno E, Quillet E, Fostier A, Guyomard R, Guiguen Y (2013)
The sexually dimorphic on the Y-chromosome gene (sdY) is a conserved male-specific
Y-chromosome sequence in many salmonids. Evolutionary Applications 6: 486—496.
https://doi.org/10.1111/eva.12032

185. Yazdi HP, Ellegren H (2014) Old but Not (So) degenerated-slow evolution of
largely homomorphic sex chromosomes in ratites. Molecular Biology and Evolution
31: 1444-1453. https://doi.org/10.1093/molbev/msul01

186. Yoshimoto S, Okada E, Umemoto H, Tamura K, Uno Y, Nishida-Umehara C,
Matsuda Y, Takamatsu N, Shiba T, Ito M (2008) A W-linked DM-domain gene, DM-
W, participates in primary ovary development in Xenopus laevis. PNAS 105: 2469—
2474,

187. Zhang X, Wagner S, Holleley CE, Deakin JE, Matsubara K, Deveson IW, O’Meally
D, Patel HR, Ezaz T, Li Z, Wang C, Edwards M, Marshall Graves JA, Georges A
(2022) Sex-specific splicing of Z- and W-borne nr5al alleles suggests sex
determination is controlled by chromosome conformation. Proceedings of the National
Academy of Sciences of the United States of America 119: e21164751109.
https://doi.org/10.1073/pnas.2116475119

188. Zheng Y, Wiens JJ (2016) Combining phylogenomic and supermatrix approaches,
and a time-calibrated phylogeny for squamate reptiles (lizards and snakes) based on
52 genes and 4162 species. Molecular Phylogenetics and Evolution 94: 537-547.
https://doi.org/10.1016/j.ympev.2015.10.009

189. Zhou Y, Shearwin-Whyatt L, Li J, Song Z, Hayakawa T, Stevens D, Fenelon JC,
Peel E, Cheng Y, Pajpach F, Bradley N, Suzuki H, Nikaido M, Damas J, Daish T,
Perry T, Zhu Z, Geng Y, Rhie A, Sims Y, Wood J, Haase B, Mountcastle J, Fedrigo
O, Li Q, Yang H, Wang J, Johnston SD, Phillippy AM, Howe K, Jarvis ED, Ryder
OA, Kaessmann H, Donnelly P, Korlach J, Lewin HA, Graves J, Belov K, Renfree
MB, Grutzner F, Zhou Q, Zhang G (2021) Platypus and echidna genomes reveal
mammalian biology and evolution. Nature 592: 756-762.
https://doi.org/10.1038/s41586-020-03039-0



102

190. Zhu ZX, Matsubara K, Shams F, Dobry J, Wapstra E, Gamble T, Sarre SD, Georges
A, Graves JAM, Zhou Q, Ezaz T (2022) Diversity of reptile sex chromosome evolution
revealed by cytogenetic and linked-read sequencing. Zoological Research 43: 719—
733. https://doi.org/10.24272/j.issn.2095-8137.2022.127



103

MNPUJIOKEHUE 1
PeakTuBbI
DMSO «Sigmay

Triton X100 «Sigmay

SDS «BioChemica»

Arapo3sa «Lachemay

buorun-11- dUTP «Bochringe»

bpomucterit aTuanit «Sigmay

I'uppokcun 6apust « COKO3XUMITPOM»

I'mmza «MERCK»

Jekctpan-cynbhat HaTpueBas CoJib «Sigmay

Jurokcurenun-11- dUTP «Boehringer»

Komuemug «Gibco»

Kcuon (1) «Peaxumy»

JlensiHast ykcycHas kuciota (4) «Peaxumy»

Meranon «Peaxum»

Ha6op tpudocdparos (JATP, dTTP, dCTP, dGTP) «Sigmay
Mapkep monekymnspaoro Beca JJHK M100 (100 m.1.) «CubDH31M»
Consinas kucnora «Peaxum»

Cpena nna ummyHoduryopecteniuu ¢ kpacurenem DAPI «Vector Laboratories»
Cpena miis ummyHoduryopectieniuu ¢ kpacureinem DAPI «EverBrite»
®opmanbiaerua «Acros Organicsy

®opmamua «Sigmay, «AppliChem»

Xpomomuiia A3 «Abcamy

OJITA «Sigmay

Ortanon «C-OAPM»

Pabouune pacTBOpbI
20xSSC o6ydep (3 M NaCl, 0.3M uutpar HaTpus)

4xSSCT Oydep (4xSSC, 0.05%Triton X100)

50xTAE 6ydep (2 M Tris-base, 0.05 M 5ITA, 1.56 M CH3COOH pH 7.5)

DPBS 6ydep «Gibcoy»

brokupyromuii pactBop (5% cyxoe ode3zxupenHoe mosioko, 4xSSC, 0.05% Triton X100)
I'mnoronnueckuit pactop (0.075 M KCl, 2% FBS)
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PactBop mtst cHATHS KieTOK (TputicuH — 2 MKr/Mi, ITA — 0.01M)
dukcarop (meranon : JIVK 3:1)

Konbrorarsl
Avidin-FITC «VectorLabs»

Biotinylated-anti-avidin «VectorLabs»
Anti-digoxigenin-Cy3 «Jackson immunoresearch»

AHTHOMOTHKH M AHTUMUKOTUKH
AmmummuuinHe «Kpacdapmay

Amdorepunyz B «CunTe3»
CrpentoMunuH «bnoxuMux»

KyabsTypanbHbie cpeabl
Anbspa-MEM «Gibco»

CriBOpOTKa 3MOPHUOHOB KpymHOTro poratoro ckota «HyClone»
AmnioMAX-II complete «Gibco»

DepMEHTHI
Taq monumepaza «Meauren

['manyponnngasa «Sigmay
Konnarenasza « Worthington»
[Tencun «ICN»

Tpuncun «ICN»

Kommepueckue Ha0dopbI
TruSeq Nano DNA Low Throughput Library Prep «Illumina» — naGop mus

npurortosyienus: JIHK-6ubnmmuoTex s cexkBenupoBanus Ha miardopme [llumina MiSeq
(CHIA)

ReagentKit v2, 600-cycles «Illumina» — HaGOp /I TPOBEICHUS CCKBEHUPOBAHHMS
Ha iargopme Illumina MiSeq (CIA)

MGIEasy Universal DNA Library Prep Set «MGI» HaGop s PUTrOTOBJICHHUS
JIHK-6ubnuotex ans cekBeHupoBanus Ha ruiatgopme MGI (Kurait)

DNBSEQ-G400RS High-throughput Sequencing Set (FCL PE100) «MGI» — Habop
JUIA IPOBEICHNs cekBeHnpoBaHus Ha matdopme MGI (Kurait)

GeneJET Genomic DNA Purification Kit «Thermo Scientificy — Habop mms

Bbiienenus JIHK u3 kierounsix kyasTyp (CILIA)
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Ha6op nmnsa Beimenenus JIHK m PHK w3 peaknmonnbix cmeceir DR-250
«buonabmuke» — Habop s ounctku [II[P-npoxykTos (Poccus)
Habop pearentoB mns pepmentaruBHoit pparmentaruu JJHK FTP Display «/IHK-

Hucnneit» (Poccust).

Tabnuya 1. Ilpatimepwt k monomepam nociedosamenvrhocmeil cam/[HK, ucnonvsosannwie
6 pabome ons S. malachiticus

HaszBanue I1 ’3’ Temmeparypa o
OCJIeTIOBaTEIbHOCTH (5°37) omkura, °C npcr)f};fTa,

SMA-Satl4H_F |CCATGCAGTAATACATAGAATC |49 61
SMA-Satl4H_R | TGCATGGCATAAGATTC 46

SMA-Sat7/9H_F |CTCCTCATGCTATTTTCCCAC 55 79
SMA-Sat79H-R | TAGCATGAGGAGGAGCCAG 55
SMA-Sat133H_F |[CTTGTAGCACCTTCTAAGAGG 50 133
SMA-Sat133H_R | CCAGGTACGTCTTATCCTAAG 50
SMA-Sat142H_F | GGAACACAAAATGGAC 41 122
SMA-Sat142H_R | TGTGTTCCAACGTCC 42
SMA-Sat1l44H_F | AGGTCTGTTCATAATAGTTTGC |50 44
SMA-Sat144H_R | AAACTCAGGATCTTTCCAAG 50

SMA-Sat50L_F | AGATGACAGTTAAGGAGGGAGG |56 63
SMA-Sat50L_R | GCAGACCCAGCAACATCAG 56

SMA-Sat63L_F |TATGGCTTCTCTCCTG 41 50
SMA-Sat63L_R | AAGTCAAACCTAGTGACAC 42

SMA-Sat7l1L_F |AGGCAAGTCCAGTTCCATCAGG |62 49
SMA-Sat71L_R |GGGAGGAGCCTCTTTCTTCAGG |62

SMA-Sat83L_F |CATACCGATTGGATGGCAG 56 39
SMA-Sat83L_R |CGATGAGGGTCGATGTCAG 56

SMA-Sat84L_F |TGCCTCTCTCTCCCTCAAG 54 33
SMA-Sat84L_R |CTTCCGACCACCATCTTG 54

SMA-Sat85L_F |GCTCAGAGAGAAGTCCAGGCAG |60 58
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SMA-Sat85L_R |ATGTGCCATCTGAGTCCATTCC |60
SMA-Sat86L_F |GGCATCCAGGCTCAGAGAGAAG |61 64
SMA-Sat86L_R | TGCCATCTGAGTCCATTCCTTG |61
SMA-Satl00L_F |GCAAGTATTCTCCAATG 41 140
SMA-Satl00L_R |CCATAGGGAATCATTG 41
SMA-Sat122L_F |CTCAGAGGCAAGGATGGAG 54 38
SMA-Sat122L._R |[CTTCCCACAAGGCATCTG 54
SMA-Sat128L_F |TTGGACTATAGGGCCTTTAG 50 59
SMA-Sat128L_R | ATGCAGGAATACGTAGGATC 50
SMA-Sat181L_F |AGGTCCTTTCCCTTGAGG 53 58
SMA-Sat181L_R |CTACATCCATCTGAGGAGTGAC |53
SMA-Sat186L_F |CAACAGGAAAGGTCTTACAGG |53 60
SMA-Sat186L_R | AATTCTCCACAGGAAGCAAG 53

Tabnuya 2. Ilpaimepor x  nocredosamenvrocmsam cam/IHK C. calyptratus,
UCNONb308AHHbIE 8 pabome

HasBanue ocnenosatensrocTs (5° X 37) Tgf;;f:f} ga npog:[z}[jx:,an. .

CCA sl F |CAAACCACATATGAGGCAATAC |60

CCA_s1 R |ACCCTCACAAACTACACTATG 60

CCA s2 F |GACAGCCCTGTTCATTCT 60

CCA s2 R |GGCTGTCAAGAATCCCTTAT 60

CCA s3_F | TGCTTCACTGAATGGGATAG 60

CCA s3_ R |GTGGGAGTGTCCTTGTAATAG 60

CCA_s4 F |CCAGCTTCTTCCACCAC 60

CCA_s4 R |GAAGCAAGCATGGGAGAA 60

CCA _s5 F |CCAACTCTGGGTCCATTT 60

CCA _s5 R |CCCTAACCCTAACCATAACC 60
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Tabnuya 3. Ipaiimepor k nocredosamenviocmam cam/JHK C. mitratus, ucnonvzosannoie
6 pabome

Temneparypa Jmira

HaszBanue [ocnenosatensrocTs (5° X 37) OT)KI/Ill?a, 2] (I; npcl)TI[}I/{KTa,
CMI-Satl1H_F TTTGAGGAGGGAGGCAGTACC 59 84
CMI-Satl1H_R | TGTATCATGAGCATGGACACCC |59
CMI-Sat30H_F TGAGCATTCCGGACCCTTC 59 77
CMI-Sat30H_R CTTAGAATGCTCCCAGGAGGG 59
CMI-Sat31H_F CAGGAGGATCCGTCCATTC 56 131
CMI-Sat31H_R |ATCCCTCCAAATCCTCCATAC 56
CMI-Sat39H_F CTTTCTTCTGGGTGGCAGAGAG |59 118
CMI-Sat39H_R | TTGATCCAAACACCGGTTCAG 59
CMI-Sat69H_F TAATGAATGTAAAGGAGGCAAG |53 54
CMI-Sat69H_R | AACATTGCCTCCTTTACACAG 53
CMI-Sat75H_F AAAGCTGCCAGTTAATTCAGGG |59 121
CMI-Sat7SH_R | AATCTCCTGCTGGCTTTAGGG 59
CMI-Sat92H_F GTAAATCTGCTGGAGGTGTAGG |55 91
CMI-Sat92H_R | ACTGGCAGCTCACAACTCG 55
CMI-Satl06H_F |AAGATCCCTGTTTGTGTGCAG 56 900
CMI-Satl06H_R |GGTCAGGAGGGAGTCTCTTTG 56
CMI-Satl19H_F |GACCCAGAGAAGGAGTTTGG 55 599
CMI-Satl19H_R |CCCATGCAAGATACTGAGAGTC |55
CMI-Satl26H_F |ATGTGGACGGAGGTAAGACC 55 359
CMI-Satl26H_R |GCCGTGCACATAATCTTACTG 55
CMI-Sat6L_F AAGAAGCTCCAGGTCG 46 114
CMI-Sat6L_R TTCCCTGTCTGCCATG 48
CMI-Sat24L_F CTGGTGGTGGAGAAAGCACTG 59 497
CMI-Sat24L_R GATGGGTGGAGGAGATTCGAC 59
CMI-Sat33L_F TCCATCTCTTTGGTGATTTCCC 59 1099
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CMI-Sat33L_F GCCAATGTCTGTGGAGACACAG |59
CMI-Sat85L_F CACAAGGCCAAATGCAAAC 56 272
CMI-Sat85L_F AAGGCTTCTGCTGACTCCTG 56
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MNPUJIOKEHHUE 2

Tabnuya 1. ITocreoosamenvrocmu cam/IHK S. malachiticus.

HasBanue

[TocnemoBatensHOCTD (5° — 37)

SMA-Sat14H

TCTTATGCCATGCAGTAATACATAGAA

SMA-Sat79H

GTCTGGCTCCTCCTCATGCTATTTTCCCACGGTCCCCGGCAC
CCGCGGGAAAGCAGGGAGGGG

SMA-Sat133H

AGCATCAGCATGGAGAGATCTCTTGTAGCACCTTCTAAGAG
GGAAGAAGGAACGGTAATGCATTAATATGAGGAGTCAAAC
AAGGGCTACCCTTAACTATTCTTTTGCCCAGTCTTAGGATA
AGACGTACCTGGTGTAGCCTGG

SMA-Sat142H

TGGACGTTGGAACACAAAA

SMA-Sat144H

GAGAAGGTCTGTTCATAATAGTTTGCAACTTGGAAAGATCC
TGAGTTTGCAAGACCT

SMA-Sat50L

GAGGCCAAGATGACAGTTAAGGAGGGAGGGGCCTCTTCCTT
CAGGCAGTCCCTGATGTTGCTGGGTCTGCCTGATCGCTCCCT
CT

SMA-Sat63L

TGTATGGCTTCTCTCCTGTGTGGACTCTCTGATGTGTCACTA
GGTTTGACTTCTAAGAAAAACATTTCCCACAATGCTG
GCATT

SMA-Sat71L

ACTGTCATCTGCCGGCCTGAGAGGGAGTTCGCCAGGCAAGT
CCAGTTCCATCAGGGCTAGCCTGAAGAAAGAGGCTCCTCCC
TCCATA

SMA-Sat83L

TCCGGGGTCATACCGATTGGATGGCAGCCTGACATCGACCC
TCATCGGTCCCTGACTC

SMA-Sat84L

GAGCTAGCCTGCCTCTCTCTCCCTCAAGATGGTGGTCGGAA
GGAGGGCTTTTCTTCTTCCAGGCAGGCCTGGTG

SMA-Sat85L

AGGCAGTCCTTTGTGCCATTGCAAACTACATTTCCCACTCCC
ATGCATGCATAGCATTTGCAAGACCAC

SMA-Sat86L

GGGCATCCAGGCTCAGAGAGAAGTCCAGGCAGATCTGAAG
TCTCAAGGAATGGACTCAGATGGCACATAATTTTAAGATGT
GCAAATACACTCCTGGCAACTACTGAGTCAT

SMA-Sat100L

GCAAGTATTCTCCAATGATTCCCTATGG
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SMA-Sat122L

CTCTCCCCCTCAGAGGCAAGGATGGAGTCAGATGCCTTGTG
GGAAGGGTCCAGTTCCTTT

SMA-Sat128L

TTGGACTATAGGGCCTTTAGTAGTCCCTTCTGACTCAAGGA
TCCTACGTATTCCTGCATGGCAGGAGGG

SMA-Sat181L

AATGGGAGGTCCTTTCCCTTGAGGCGGGCCTAGTGGATGAA
AGTCACTCCTCAGATGGATGTAGG

SMA-Sat186L

GAGCAACAGGAAAGGTCTTACAGGCAGAGGAGGTCTTTCTT
GCCTTGCTTCCTGTGGAGAATTCTGG

Tabnuya 2. Iocneoosamenvrnocmu cam/{HK C. mitratus.

HasBanue

[TocnenoBarenbHOCTD (5° — 37)

CMI-Sat11H

CCTGTGCTTTGAGGAGGGAGGCAGTACCTGAGCGCTGATT
GTGAGGCTACTGTGACTTCAGCTGGGTGTCCATGCTCATGA
TACAACTAGGGATTGAGTTTTTATTATCAGGCC

CMI-Sat30H

GTCTCCTGTGAGCATTCCGGACCCTTCCCTGGGAGTTCCA
CAAGCATTCCATGACCATTCCGGGCCCTCCTGGGAGCATT
CTAAG

CMI-Sat31H

AACCAGGAGGATCCGTCCATTCAAAACTAGTTGTTGCCAC
GTGGCAGTGCCACGAAGCGATGGGAGTCTGATTTTGGGGTC
TCAGCCTGTGGCCAGGGACGTGATGGACCCCTGTATGGA
GGATTTGGAGGGATCCCAGGCAAA

CMI-Sat39H

CTCAGGAGTGCAGTACTGTGTGCCTTGGGTTGATCCAAA
CTTTCTTCTGGGTGGCAGAGAGCTGGCATCTGTTCCATTT
CCTTATTCGCTGCAATACAGGCCTCTGGGGGACAGCCCTT
ATAAGAGGCTCCAGCTCCTGAACCGGTGTTTGGATCAATA
CCAGCACATGTCTGCTTGTAGGGGACCCC

CMI-Sat69H

TACCTAATGAATGTAAAGGAGGCAAGCTTTGCCTATTCT
GTGTAAAGGAGGCAATGTT

CMI-Sat75H

ATTTTGAGAAGTTAAAAGCCACAAGAAAAGACTCAGGA
TGAGAAGATAGAAAGCTGCCAGTTAATTCAGGGACAAG
TTGAGAAGTTCCGAAGCCCCCAGAAGATTTTGGACAAG
AAATTCAAAGCCACCAGCACACTGAGGGTGAGAATCCC
TAAAGCCAGCAGGAGATTC

CMI-Sat92H

AGGATAGTAAATCTGCTGGAGGTGTAGGGGGATCTTCCA
GTTTGTCAGCTCCCCTAAGGTTGGTAAAAAGGCTGGAGG
CGAGTTGTGAGCTGCCAGTGGGTCAGCTCCCCAA
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CMI-Sat106H

ATCACTATTTAACAATGGATTACTTCTAAAGGTAAATTAA
TTCTTTTTTAAAAACGTTTACTCTTTTATGCCTATTTAAAA
CATTTCTAACTTACTTGTAATGTATTTTAAAAATGGTTAG
GCGCCTTTCTTCCTGACGGAAGATCCCTGTTTGTGTGCAG
CTGACCTGCGTTTGAGGCTGACTGCCCACAGCACACCGC
CGCCCCACCACAAGAAGCAAGGGCCGCAGAAATAAATCT
CTGAAGGAGAGGAAGCTTTCCCACGACTTGCCCAGCTGC
AGACATTTCCAAACTGTGGCTGTGAACAGGAGCAAAGG
CCATCCCCGCATGACCCACACAGACTACGCTACAATCCT
CTTCCTTTCACCACAAGGAAGTCTTCTCTGGCGTGAAGC
CACCCGAAGACCTCCACATGTTTGCTAGCTAATCAATGT
TGATCTGGCATGAAGCCAGCGGAAGTATCCCACTTCCTG
AATCTGGGCGATATCTCTTTAAGGTTAAAGCCAGCCCCT
GTCTCCGGTTTCTTCTCTATGCCACGGAATCTTCTCGTGT
CACCATTTCCAGTTCTTCTCTAAAATAATCCAGACAAACA
ACCTCTGCTTCGTCAGCCTTACTGAGTTAGCGAGTTCTAT
GACAAGGTACAAGCATATTGGTGTTGCATAGCCATAGAC
ACGAGCTTACCTTCTTCAGGCGTTCCATGAAGCGGTCCC
TTTGCAGCCTCCAACCGCCCCTCACAGCTGCCCCTAAACC
TCACCGATGCAGCAGGAGTCCAGTCTCTATTCGGAGCGA
AACACGGGAAAAAAGAAGAAGGCTTAGAAATACAGACA
ATTTGGAATGTTCCTTCGAAGCAAAGTGCCTCTCTGTGGA
ACACGGACTGAAGAGCAGCTTACCCTACTGGTACCAAGT
TCTTCCGGATGGGAATCCCTCTGAGCCGAGTCCCGAGGC
TGACTGAAGGTCATGCAGAGGGGTCCTCCTGACGTCTTG
CCCACTCTGGGGGGACAGCTGGCCAGGCTTTAGCCCCAA
AGAGACTCCCTCCTGACCTATATTTCATTAAGTCACGTGA
GGCTTTATGGGTTCCGTGCTGCTCTCACATTTAAGAAAAA
GAGATCAGGCACCAAAGACGTCTTTCTAGCTTTCCATCGA
AGCAAAACCTGGCAGGCTTCTGGCACCCGGCGGGCACCT
GCTTCTTTCTAGGGTCAACAACCTGTCGCTTAGCTGTTAA
GTGTTGCTCTCCCAGTGGGTCAGCCTGATGGACGTTTCCC
CTGCCTGTGTCACGATTTGGAAACAGCTGGTGCTAGGGCT
GAGGTGGGAATGCCTCCTACCCCCAGATGCGGTGGCTTG
GGCAGCGCAGCCACAAAATGTGCTTGCCTGGCATTCTGG
GCATGTTCTAGAACAATCGTGATTTCTCAAGGGCATTAAT
TAATTATTACAAGTTATTAAGGGGGGGTT
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CMI-Sat119H

GGCTTCAATATATATTCCCGACCCAGAGAAGGAGTTTGGA
TATCTTCCTCGAATTAAAAGTATCTACTTTGTCCTACCCTG
TGAGGAAGTCCTTTGTGCAGTCAAGATAGATGCAAGGGAT
CAGAAAAGCATGTAGAAGGAGTTAAAGCCTTTCTATTGCT
TCTCCACACGTTACATAGCTTTCCCATGATGGAGGAAGCC
ATAATACAGTCAAATTGGAGGCAAGGGAACGGAACACCA
TCCGGGAGTAGGTAAGGCCCCTTCCTTCCTTGTACAGAGG
TTCCACAGGTGTCCCATGTTGGAGAGTAGCGCTCGGATCT
GTCCCAATGGAGGCAAGGTCCAGAAAAAAACAAGCGGCA
GCCAGTATCTTGGAATAACCTTCACAATTCAGACTTTCTGC
AGCTATCCAACAATGAGGAGAATCCCTTTTTACTTCAACAA
GGGAGGAAGGGACCAAAACACCATGGAGAAATCGGTAAG
CAAACATAGCTACAATTAATTTGAAAAGTAGTACCATGTT
CGAGTGAAGGTCTCCGTCCACTCACCATGCCTGCTTTCTA
ATTTCCACAGGGTTCCCCTCTCAGAGGAAGACTTCGGACT
CTCAGTATCTTGCATGGGCTTTAACAACAGCCTCGAAGAG
AAAAAAAACTTTGAAGAACATCTGCACTAAGGATTTTCAG
TCTCTTTAACATGTTGAAGAGAAACTTTAGGTTGTTTCAA
GATAGAGCCAAGGGATCAGAACACCATGGAGACTGAGAT
AAGAGTTTAGGGAAACTTCTCCGGGAATCCCATATAGGAGA
GAAGGCCATTTCCATTTGCACAT

CMI-Sat126H

CAACAGGGCTGCAAAAGAGGAAAAAACCATGTGGACGGA
GGTAAGACCTGAGCATAACCTCTACCAATAAGACTTTAAGT
AGCATTTACTAAACTTCTTTGAATTCAGACTTTCCACAGGG
CCCCATCCTGGGAAGACATCCTCAGTCCGATTAACGTGGAA
ACTGGGATTCTGAATACCGTGCAGAAGGAGATAAGACTTTA
GAATGAATTCGACTATTCAGATTTAGAGCTCCATTTGGATGA
ATTCTTCCATGGAGAACACCACGTGGAAGGTGGTAAGAACT
TTGGATAAATTCTACATTTTAGATATTAAGCAGCATTTGGAT
AACGTCGTTTCAGTAAGATTATGTGCACGGCTCCATCCTCC
ATCCTCAGTTCTGT

CMI-Sat6L

GAAGCTCCAGGTCGGGTTGGCATGGCAGACAGGGAAAA
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CMI-Sat24L

AACCAAGTGAATCCGGTTCCACTGAAATCAGTGAGTGCGC
ACTTTTACCGGGGGTCCTGTTGTTCGTGGTCGTGCGAGGT
GGCCTTCGGGGAGAAACGGAGGAAAAATCCACGCTCCCGA
ACTCCTGGCTCGGCTCGCCAAATGAAACCGGAAAGGAGGC
CAGGGGAACGGAGTCTGTTCTTCCAGAGGACCTTTATTGGT
TATGTGCACATAACCCTTTTGTCGCAGTGGTGTTCAAGATA
GCCAAACTGCGCAAAGGTGTTCCATTGTACAAGCATTTTTA
TAGTCTTTTACAAAGACACATCCTTCCATCAGAGAATCACAC
CCCTTCAGCATCACCTGGTGCTGACGTTTTCCAGGTAACCAG
ACCCTCAGACTTCATTAACTTTAGAACCCCTTTGAAGCTCCT
TCTCTATTAATTGATAACTTTGGAAATGTATAGGTGCTTTGT
TTCAAACCCCTGTAGACATCCTGTCTCTGTGTATCTAGGTTC
TGATGTTTACCTGAAAACAATGCTTAATTATTTTCGGGGCTT
GCTTACTTCCAAAGTGCACATTCAGGCTGACAACCTTAAGT
CAGCAAAATTCAATCTGCCTGCTTGCAACTATGTTTCAAGA
TGGAGTCAGACTGGTTCTTTTTGCTTAGGGAATCATGGAGG
AATCTTTCTATAGCCCTTCACCGGCAAGGGGATGAGGGTGG
GCAAGGGGGAGTGCTGCCAATGGGGCCATTCCCATGGTCCA
TATGGGCCCAATTCTGGCCCACTCGGAGCACGGAAGCATTC
CCTTGCCTGGTGTGATGACATAGTTATTTTATATGATATGTT
TTCATTTCTTTCTATCATTTAACCTTTTCCAGTTTAAAATTAA
AAAATAACAAAAAAATACTCCTTCTGAAGAGTCAACCCCCA
CTTGACCTTGTGCAGGTCAAGTGGTGTTTGTTTGCATGTGCA
TTCTTCGCGGCTTCCACAATGATGTCACTTCCTGAAGTGATG
TCATTGCTCCCCTTGGGAGTGTGTGCACTTCACATGTTCCCA
GGGTTCCTGCTGCTGGTGAGTGACCTCCAGGGAGCTTCCCAC
CTCCCACCGATTACTGTTCTTTCAGCGCTCAAAGTGCTACTT
CAGATGCAGTGCATGCTTGCCATCCTGTCTGCACATCCTCAC
CCTGACCCGCTCGAGTTAGCTCGGGGTACATTCTTTTGTGTT
TACACTGCTGCAGGGCAGAAGCCACCAGACCTCTTGCGCAC
CTGCACAAAACTTCCCCTCCTACCCCAAACATGGAAATTCA
CGCAATCATGAACACTCCTTGAAGCACTTGTATGAGCAAAC
TTCGATGTCCTCGGTGATTGGCCAGGAGTTTCTAATTCACCC
ATATTATGCATCTTGATTGGTCATCCTCCTTTTCAAATTTTAG
TTAAATATAAGGATTGTGCGCGGAGTCAACTTTGTGGGAGTT
GTTGGAGTAAGAGGATGGAGGGTTTTGGTGCTTATCGCTGGT
CAGTTGCTGCTGCATATCATGCAGAGCTCCTTGACCTTGCTG
GGCCAAGAGCCCCAGAAGAGAAAATAGGAACTTGGGTAGCA
TGCACACTGGGTAGTAGAGCATCAAATGTTCAACCTCTCCCT
TGGCTTTCCCATGCATGAGCATTGGGGTGGGGGGCTTCTCCC
TGACAACGGTTCTCCCCGGGAAACTGGTTCAGAGCTGGCCTG
GGGACACATTGAAAGCATCACGTCGGCAAATATCCCCACTG
CTCTTTTCATTTTACTCTCACGTCTTTTACGGCCACGCATAAG
GTGGAAGCCACTACATGGAGTCAGATCATGATTGGTATTGAC
TGATGCTTGATCTGAGGAAAAAATTCAAGGCTTGTCACACAC
GTCCTGACACATCCAGAGACACAGTTACTGCCTCACCTGAA
CTCATGTCTGCAGTTGCTCATAATCTCTTCCACTATTGGGAG
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AAAGGATGTTACTGAGTATTCAGCAGGGGCAGGGTTGGGGA
ATATACTGACCTTCCTGTCTGTCATGGATTGCTGGGGGAACA
TTCTCTATTTCAGCCCCATGTCCATCCGCAGATAAGCAGGCT
TCTCTCTCCACTGAAACTGAAATTCAGAGACTTCTTAAGCCT
TGCCAGAAATGGTAAGATAGCAGAACCAAAAGTTCTGAATC
TTCGGGAGCCCGGGATAGACAATCACAGGCCTTCCTTAACA
TTTTTCACACGTCGAACCCCTTGCATGAACAGCTTGCCATAA
CTGGCAGTGTTATGCTCACATTTATCTGTGAACAGTTAAAGT
CCCTGTTGTGCCCGTCTATGTTAGATGGCAATGCGTGCCATG
CACCCACTCACCCTTACCTCTGTCTCACAAAAACAATGTCTG
TCCTTGTTTTTTGCTTGACCGAAGGAATCCAAAACGGTCCAG
ACCACCGTCGACAACCGGCTGTTAATGCCCTCTGTGAAATGG
CTTTCTGATGAGAGTTTTACGCACATGATTGTCAGATGCAAG
ATGTCGAGCGTCTCTATTGCCACCCCTTTGGAACATTGCTCAT
CTGAACTGAACAGGCCATCGATTGTCGCATCTAAGTCATCGC
ATCCCACTTCTGGATCAGCGTCTGGAAGTGGAAGACCTGTTG
GGGGGATTGAATAGACAGTTCTTGTCATTGTCCCACAAGTAT
CAAGGACACAGGGTCGTCTCACAGTATTGATGATCTTTAGAG
TGACCGTGAGAATGGCGACCATCCTATGGACCGAACACTCCC
CATACTTGTTTTTCCCTGGAAAATACAAGTGTTGTCCAGAAG
GGCCTTAAAAAATAGCCTGACCCAGTATTTCCTCTTTTGCAC
ACAGGAAGGCCAATACCTAAAGGATGCCAGGCATTCCCTCA
TCATCCATCTCAAAGCACTCTGTGCCGCGGATATCTATACCG
AGATAACAGCTACAGATTCAAGGAGATGCCTCATGCCAATC
AAACGTTCTCCCCTGTGCTGCCTCCGTCATGAAAAGGAGAAA
AAGGGGTTGGGGGGAAATGGACAAATGGTGGCCCGATTTGT
CTCTGGAGGAAGGACATGTGAATCTGTCTGAGGGGAAAAGC
AAAATAAGGGGATTAATTGTAGATGCAGGAGAAGAAGGG
GATTATAGATCGGGTATGGCAACTAGATGAGAATTCTGAGA
GGAAGACATGATTATGAATGTTTAATTGACAATCTGAAACA
GAAGAATATTTCAGTCAGATGGTACAAATTAGAAGCTGGTT
GAACAGAAGAATATTCCATTTAGATGGGACATTTTATTTTAA
AAATTAAAATTTTAAAATTAATTTTATTTAAAAGAAAAGAGT
ATAAAGATAAGAGAAAGTAGATAGAAACTTATACATAATAT
AGTAAATTTGTTTTAGTTTGGGAAGGGGGAGGCTTGATGTCA
GTTCGAGAAAATAGATTAAGAAATAGAAATAGGCAGGGTTA
GATGTTTTTGCATATTATTGTGAAATTTTGATTTGAGATTAAT
GCCTAATGGGTCAATGGGAGAATATGTGGATTAAAGATTTT
AAATTTAATTTGTGTGCCATTCTAAAAGAGAAAGTTTATAAA
ATGGTGTATTGGTATATGTTTCTTGTAAAAACAGTAAAACGA
CTAATGGGATTATAAATTAATGCTGGGATGGTGAATAGCAT
GCAGGAATACTATATTATATTTGGGGATCTTTGTTATAAAA
TGGAAGAAATTTTGCTTATAAAATGTATGTTATGTAGCTTA
AGCTATAGTAAAAATTAGAATCTTACTTGCTGAGAATGATA
GATAGAGAATTTGGAAGTATGGTAATGTGGTTCCACGTGG
AAATGGCAGTCTATTTAAAAATATACAAAGGAACTGGAAA
GAGAATGCACACATTTTTTATATGCTTGGCAAATTGGACAA
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CCTTTATTGAATTTCAGCAAGAACCTAAGAAAAATGAATAA
AATTGTGGATTTTATTTCTAGAAGTATGGCTTTGGGAATTTA
GGAAAAAGACACAGAGAAAGAATTACTTATTAGACACAAT
GGCATAGCTAGGGCTGGCTGCCCTGCATGGCACAGTTGGGG
AGGTGGCAGGAGGAGTTGCCTCCGGGGCCGGCATCATTGCA
GGCACAGCGTTGCCCCCTCGCCTGCTCTTTCTACTGGCTGCT
TCTCCTCATCGGCTAAGTGAGGTGAGGCTGCCAGTGTTACCA
GAATGAAGCCAGGGAATTCGGATTCTGTTCTTCCAGAGGAC
TTTTATTGGTTATATGCATATAACACTTGGCCACAGTGGTGA
TCAGGATAGCCAAAACTGTGCAAAGATTCTCTGTTGTGCACA
TACATTTATACATTTTCACAAAGACACATCCTACATTAAAGA
ATCACACCCCTTTTAGCATCACCTGACACTGACGTGGTTGGG
GTCACCAGACCCTCAAACTTCGTCTACCTCATCAGTTCCTTTG
ATGCTTCGATCCTTGTTAATTAGAAACTTCGATTTGTATAGAT
ACATTGTTTCAGGCTCCTACAGACATCCTTGTCTGTGATCTCC
TAAATCACTTTTCCGGTGTCGTCTAATAGTACACAACAGTTA
GTCAAACTGAATTTCCCACACACTCCTCCTTCACTTGCGAGC
AAATAGTCAAGTGCTAACCTGTTCTGGTAGATACCTGTTAGC
AATTTAGTATTTTGTCTTGCCAGTACACTCAAATCTGCGGTTG
TTTCATTTGTAACAATTTATAAAACAGCCTGCAAACGTATTA
TTCTGTTGAGCATATACACAGGAGTTCTATAACCCCAACTTC
CATCTTCAACCCATGTAGCTGGACCATAGCATTGAACTATGC
GGGCTGGAGGCCAAACATTGTCTTTCCATTTAGTTTGAGTTG
GGAGAATTGAAATGTCCCTTTTCTGGCGTAAAGCATCAGTGT
ACAGAGGATAACCTAACAGTTCTCCTTGCTGCACAGGCAATA
GGAAAAAGGCTGGCTTCACAGTTCCTAGGAAACATGTTCCAT
GCCAGTTGAAGGGTAATTCTTCATATGCTCTAAGTCCACAAA
TATAAAAATACCCTTGAGGTGCTTTCCAAGGGATCTTTATA
TCTCTCTGGGTTTAGACCATGATGGATTCAAATTTCCCCAG
CGCCAAAACAGGAATTGTCTGCTGCCCACCAGTAAGTTTGG
TCAGTTTCCACAATTGACATGCCCACACAAGGAGTTTCTCC
CACTAAATGTGTAAATACTGGGGTAGGAGACCTTCGTCCCA
TTATTTGCGTTTTTAAGACCCACTCAAATGGTTTTGTTGTTTT
GCTATAAGTAAGATTACTTGCTGTATAATTCAGGTTGTCCCA
ATCTTCCTGAAATATTTCTTTTGTTTCCCAGGGCCATTGTTCA
CCCATATTCGTTCCTCCGCATACAAAACAGTTGGAGATCTCC
AGAGTGCTTGCTACTTTGGCTAAAGATGAAATGGGTCTCTCT
TTTTCAATTTGCTCAGCCTTTTCAATCTCATCATAAACATCTT
GGAAAGTTAGTACCTGGGTTTTGTAAACTCGTGGGGGTTTAG
GGTTTTTAGTTTGAATGATGGTAAAGTAAGAAATAGGATCCT
GTCCTGTACCATCAATGCCTATAGCATAAGTTCGGTTCCACG
GTTTGTCTGAACTCTTAAGTGGCCAAATAAGAACTACTCTGT
TTCCATTTCTGATGGTTAAGCGTCCCACATCAGAACAGCCCT
TTTTCCCATCGCTTGCTAAAGTGGAATCACAAACGTGTCTGA
ATTGGGCTTGTCTATAATACTCATAGCATGGTCTCCATTCAG
ATAAAGGAGCCATGAAATGTCCAGGTACAATGGAACTGGGT
TTTGTACACATGTACTTGGGTCTGCTCTCATAATCTCTTCCAA
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CTGTCACTCCCACTGCTTTCAGATGCTGAGTGTAAACACTGC
ACAAATCAAACACAAAGCCCACTGACAGTTTGAAATTACTT
TTGGCAGAAACTTTTGTGGAATTGATGAGGACTAGAAGCCC
ATCCCCATCTACTTTTGTGGCATTATAGGGCTTTGGGAACCC
AATGTAAAGTGAAACGTGATAGACATCTGGATCAGCGGGA
GAGTGGCATACTATTTTGCCTTTTGAATCTTTGCATTGTTTTA
GGACTTGTCTTCCCTTTGGGGTGACAACGTCACAGCTTCCCA
AAGGTTTACAATTATCTGGGGGCAGACTCATGTAAACAAGG
GTTACAGTTCTATTCCGAGTCCAGCAGTGCGGTGCATTGTTT
CTGATTGGCATTCCTCACATTCAAAGTTTTGTGAAGGAGCTG
CTCTAGCGCTTCGGGGTTTTGTCAATTTCAAACTGTTAACAA
CCTTTCCCCCAAACCAAGCTTTCTTGCACACACTCCCCTGGA
GGGCTTTGATTACTGATTCACAGACATGTGCCTCCCCTACTG
ATTTGCATTCAGTTCTAATCATTTGAAAGTAAGGGTGTGTAT
TAAAGGCACATACCTCCTTGTTCCATTCATAAGTTAAAAATT
CAGCTTCATGCAAACCCCAAATGAAATGACAGGCTCTCTCTC
CTATCCAAGTGTAACGTTTTTGGATAGCTTGAGAATCTGGCA
TGCCTTGGGATCTCCAAGGACCTTCATTTTGCACACACATTA
CTTTTGGGAAGAGCATAGGAGATGCTCCTCCGGGTCTACCAC
TTCTCCACAACTTTAATTCTCCCGCTTTCACACAAGTAAAAC
GGCTTAAACAGTGCATGAATAGCAGCAAAGAACAAGCGGC
AGGAATCCCGATTCTTCTCCCTCTCAGCGAATCGCGGCGGA
CTGGAATCAACAGCTTCCACATCTGGATCGCCTTTGAAGTC
ATCATGGCTCGGAACTTGCTTCTCCGTTCGTCTGATCTGTCT
CTGGCTCAGCCGCAGCACGTCTGCGAAGGATTAACTTCAGC
CCGTCCGATCTGGTCACCTCCCACGGGGGCTGGACTTGCTTC
ACTCTCGACCAGTGAATCCACACCGGAGAATCTGAAACTTT
ACAAGCGGTCGGGGTAGTTAGAAGCACTATAACTGGACCT
CTCCACTTAGGCTGTAAGGCTTGGGAAGTATCCCATTCTTT
TACCCACACCCAGTCTCCTGGTTTAAATCCGTGCACTGGGG
TAATTAATTGCAAAGGGTTGAATTTCAGACAATGTCTCTAC
AAGTCCCCTCAAGTATTCATCCTGAACCGTATGTCCCTGTA
AGTCTAATGCTTCTCCGCCAAGGGGCAACGGCGGTGGTCTC
CCAAACATTAGCTCATAGGGTGTAAGTCCCGACTTTCGAGG
AGTGCATCTGATGCGAAGCAAAGCTAATGGCAAGGCATCA
GTCCGTTTAATTTTAGCTTCCTGGCATAACTTTGCTATGTGG
GTTTTAAGGCTTCTGTTAGCTCTCTCCACCGCTCCACTGCTC
TGCGGGTTCCAGGCATAGTGGTGCTTCCATTGGATTCCTAAT
TTCTTGGCTAAATCTTGCAACACCTCTGCAACAAAGGCTGGG
CCGTTGTCAGAATTCAATTGTCTCGGAATTCCAAAAATTGG
TAATAAATGATGCAAAAGAGCACGGCTAACTTCACGGCTGG
TCTCCGTGCGAGTAGGAAACGCTTCCACCCATCCAGTGAAA
GTACAAACGAATACTAGCATCGCCTTGTAACCTTTGCAAGG
CGGCATGTGGGTAAAATCTACTTGGCAGACTTGAAAAGGCA
TAGTCCCTTTATAAAATTTTCCTGGATTTAAACGTGCTGACA
GATTACCCATCCTTTTACTATCAGCTTAGCCAGTCCATTGAT
TCGGTCTATATACAGCTGTTTGCCAGCTAAAACAGCTACAT
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TCTCTGCTCCCAAATGTGTCTGCCGATGAATTTCTTTCATCA
CTCGTCCTGCCAGATGTTCTGGTACCCACACTCTTTCATCTG
GAAGAACCCACCAGCCTTTATGCTGCGTGAAATTGTTTTCA
GTTGCCCAGGCAGTTTCATCTGCTGAATAACAAGGGGCTTC
TGTTGTTGGAATCACTACCGGTAAAAGAATCTCGCCTGCTT
TATATTCATGTTTGAAAGTTTCAAAGTCCAATCTGCAAGCT
CTTTTCGCGGCTATATCTGCCTTCGCGTTTCCTTTTGAAACG
ATGTCCTGAGTTCCCTTATGCGCTTTACAATGGATCACAGCT
ACTTTTTCAGGGAGATGAACTGCAGACATCAGTGCCTGAAT
CTCTTGATAGTTGGCTATTGGTTTTCCTGAGGCTGTGACAAA
TCCTCTCTCATGTACAAAATTCCATGCACTTGAACCGTGAGG
AAGGCATATTTAGAGTCTGTATAGATGTTGAGCGTTCTGCC
TTTTCCCCATTTCAAGGCTTCTATTAAAGCAATAAAGCTTGC
TGTGCTGACATTCCTGGAGGCAAAGGTCCCGCAATGAGGAC
TTCTTTAGTAGTCACTACTGCAAATCCTGCACATCTGCGACC
ATCTATAACTTGACTCAATCACTTGTTCTGGTTTTTCATCATA
ACTGGGGCCGTGCAATTTCCAATTTAAAAGGTCAGAAGTGTT
GAAGGGAACATAAGTGTAGACTTGAGTTGGAATTGGCTGCT
GCTGCACTCCCTGCACTGGAGCCACCGGCACCAAAGTAGTA
ATCTCTCTTACAGGCAGAATTAAAGTCGGAGGAACACGTTC
TCTAAGCTGCATGTTGTGGACGCTGGGAGCGGCATCGGATG
TAGAGGTTCCCGATGCCATCTCAGGAGAACCTGGACTCTCC
TCTGCACTTTCAGGCTCAGTCCCGGAACTTCCCACATCTAGG
GCACTCTCGGCTGATTCAACACTTCTCCCCCTCTCTCTTTCTC
TCTCAGGATCTCTACGCACTGATCTGGCTCGTCCGCTGGGCG
TAGCGGCTTGAGCTGATGCTGACAGCAAGACTTGCGGTGCT
GGCAAAACTTGGGCTAACGGTGGGGCAGAGGGTGCTGGTGG
TGGAGAAAGCACTGGAGGTGGTGGTGGCGGAGGAAGCGTA
GGATATATCGAAACGTAGGGCGGAGCAAAACTTCTTCCATC
ACTTCTTTCACATCTAACATGGGGAGACTTCTTCTCTCTTCCC
TTCTCTGGCTCCGTCTCGAATCGCGCTGTCTGGAGCTCGTCA
CAATCAAGGCTAAGGCTTCTTTTTTGACTAACTACTTTGTCC
ACGGAGGAGGATTGCTGGCTACTTTCGCCCATCCTTCTGCGT
AGGGGACATCTTCGGGGCTTCCCGATGGTCCTTTTCTACATA
GCACATCAATTAGTTCTTCTCAAAGAGGTTTGGAAAAACTTC
CGTGCGTGGGCCACTTCAAAAACTTTTTCAAATTGCGGGGCC
AGTCACTGTGGCACTAAAAAATCATCTTCTTTTTTAAGGCAT
AACGAAATGACAAAAACATCTTCAAAACGAGTGGCCATAAG
AGCCAAAGGGGTCGAATCTCCTCCACCCATCCTAAACTTCTA
TGTGTATTCCTGAGGCAAGGCAATCAGAAACAGCCTACTGG
CTATGGCAGACCTAGTGGTCAACAGATTACTCCTAGCACCAG
GCTCTGGGCGTCTTGACTGAGACCTCCTGTGTTTGTCTCGAT
TTCTACCACCCACGTGTCCTCCCCGTGCGCCTATTCAGCTGT
TTTTCGGACTCTCTCTCGGGCCTACCGAACAGCTGTCCCCAA
CTGGGGTTAAGGGGTGATCAATCCCTTCTTCGATTCAAACGG
AATCGGCACTAACACTTCAATTAAACATTCCTAACCATTATT
AATACTCGCCTGATCTGATGCTCTGACCCACGTAGTGCTCCC
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CGAGGTCGTCTGGAGACAGAATCACCGTAATCTTCCCCTCTG
GAGGTCCTTCCACCGCGCGTCCAC
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CMI-Sat33L

TTCTATCTCCTCTATGTCCTTTTTGAGATGTGGTGACCAGTAC
TGAAGACACCACTCCAAGTGTAGTCTCACCACTGCTTTGTAT
ACGGGCACGACAATGGTTTTCCATCTCTTTGGTGATTTCCCC
CAGCATAGAGTTTGCCTTCTTCACTGCTGCTGCACATGGAGT
TGACACGCCCATGGAGCTATCAACAAAGATCCCCAAATCCC
TTCCTTGATCTGTGACCGTTACTTCCAATCCCATCGATTGATA
TTGGAAGTTTGGATGTGTTTCCCCCAACGTGCATCACTTTGC
ACTTGGCCACACTGAATGGCATTTGCCCTTTCACTGCCCAAT
CGCCTGATCTGGAGTGGTCCTGTGGGAGTTCTTCACAGTTCC
TGGTGCTTCTCACCAACTTGTCTAATTTGGTGTCACCTGCAA
ACTTGGCCACCATACTCCCCAACCCTAGATCCAAGTCATTTA
TGAAAAGATGAAAGAGCACTGGTCCCAAAACTGATCCCTGA
GGACACCCTGCTTGACCTTCCTCCCTTGCGAGACCTGACAAT
TAATATCCACCCTTTGCTTCCTGTTTTTCAACCAGTTCTTCAT
CCATTGCAGAACTTCTCCTTTGATGCCTTGACTGCTGAGTTTT
CCCAGGAGCCGCTGGTGAGGGAGTTTGTCCAAAGCCTTTTGG
AAACCCAAGTGGACAACGTCTACTTGCTCCGCTCCCCCTTGT
CCACACGCCTGAGAACACCGTCAGAGAACTCTTCGAGGTGA
GTAAAGCAGGATTTTGCTTTGCAGTATTCAAAACTATGTTGG
TGTGATTTGGGCTGTTCCCAATTCATGCCCGAATGCAGCAGG
AGAGGGAAAGAGAACCCAAAGTGGGGTGAGGCCCCAAAGTT
GTTTTGGGTTGCTGAACTGACACCTAAAAATGACCCCCGCTG
AGGAGAGGGGCTCGTATGCCCGGCCTTTTACAACAGGGACC
TCTGTGCGATTGTGACACAATCCTGCCAGCATTCCAAAGCTC
CGGTTGCCACGGAGACCCTGAAAGCTCCAGTTGGTGCCAGTC
CCAGGGGCACTATGACCACCAGGAGCCACACCGCTGGTTGT
GGCGGTTGCTGCCATGCCACTGGCACTTGTGCCTTGGGAAGG
CACAGGCCCAAGGGTTGAGTTCTCAGACATGCCTTTAAGTCC
CCTGCTTCTGTGTCTCCACAGACATTGGCAAGCTTGCCATTCC
AGGAGAGGAGGGTTGATGCCGAGAGCAGGTCGATTCAGTGG
ATGGCAGAAGATCAAGAAGGCAAGTTCTCTCGCGGAAGCGG
GACGACTTGCAGCGTAAGCAGGGAGTGACTCGAATCTTGAT
GTCCTTAGCTGACGGAAGCTAGCAGAAGTCAGTACGCGGAA
GCGGGTGGATTTGCATGGATCCAAGCTGGGGAGTGTCTTTGC
ATGGATGCATGGGAATAGGTGTGAATGTGAATGAGAACAGA
GCGGCCGATCCTTTTTCGGGACAGCTCACATCTTTACATCTTC
AGATCTAGTGTGTTGATTATTGGAGCAAGCATAGTGTATCGG
TCAGTAGAAAGTACATGGCTTAGAGTACAGTCTGTTTGTTTC
AATATGTTTCTCAGTGAGGCGCTGTGTTATTTGCACACAAAT
GTGCTAATCCGAAGGGCCCTTTCCCTGCACTAAGCCCCACTG
AATAAGACAGGCCTTCCTTCGGAGTGCTGCTGGTTAGGCTGT
TGGAGGGGATGTCACTGCCAGCAAAGCTTCTTTTAACTGTAC
TTCTCCCCCCACGCTCTATTTCACATGACATCAAGAAAAGAC
CGAACAGAGAAAGCCTTGGGCACACTAATGTGGTCAAAGTA
AGGCAGGCACCCTGCTCTTGCTGTTAAGGGCATGGAGCCATT
CCTTACCTCCATCAAAGAAACCATCAAGAACCGTGCAGTAA
GATGTAAATCTCGCCCCAGAGGGTTCCATTGGCTGGAATATC
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ACATTGGACTTCTCCAATGCAGTCCTTGACAGGACGGGTCTT
GTCTTGCTGTTGACTGTGCCAATCCAGTTACCATGCCGTGGT
GCAGCTGTGGGGTGGTCTACATACGTTTCGGTGGCTTGGTTG
TGTGGCTTCGGATGCCTTTTAAAAATGCCCCTTTCAAGGAAC
ACAACCTCTGGTACCTCTTGAAGAAAAGGACAATTCCGAAA
ATAGCAGACTGGGTGCTATTTCTCGGAAGGAATGAGAAAGC
ACATCCGCTTGAACAAGATTGGGGCGGGGGTGCGGAGGAGA
GGCCTTCTAGAAACCCAAGCATTCTCCGTTTCTAAGCTAAAA
TGTCCCAAACGTTGCTCCTTCTCCTCCTGGGAGAGGTGCTCC
AGGCTTGTAATCCATCTGGCTGTCCTTCTCTGCACTTT
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ACACAAGGCCAAATGCAAACAAAACCCTTATCAAGCTAAGA
CAAAGTCCCCTTTAGAATGTAATTCAATCTAGTTATTCCTCCC
AAATGCCCTCTTTACAAAAAGAAAACAGGAAAACAATTGAG
CMI-SatgsL. | GATTTCCCTCAAAAGAAACTCACAGTTTTGCTCACGTCTGTTT
CCTCCCGCTGGGTCTCAGAGACTGGTCTCCAGAGACTTCAGC
AGCAGCTTATATAGAGCTGCTGTCTGCTTGCTCCACCCACAG
GCAGGAGTCAGCAGAAGCCTTGTCCCCTTAGGCAAAGGAAG
C
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MNPUJIOXKEHHUE 3

(a)

~<

A=

«X

SMA-Sat86L

SMA-Sat63L
SMA-Sat63L

Pucynoxk 1. [Tpumepsr pesyasratoB FISH ¢ 30r1amu k mocnenoBatensHocTsiM cat/IHK Ha
MeTtagaszHbIX XpoMocomax camia S. malachiticus. CtpenkamMu 0603HauEHBI TOPSIKOBEIE

HOMEpa XpOMOCOM, Ha KOTOPBIX JIOKATU3YIOTCs cuTHaIbl. MacmTa6: 10 Mkm

SMA-Sat142H SMA-Sat100L SMA-Sat100L

Pucynok 2. ITpumeps pesynsraToB FISH ¢ 30u1amu k nocnenoatensHocTsaM cat/IHK Ha

meTada3HbeIx xpoMocomax camioB S. malachiticus (a-B, n-€) m S. variabilis (r, x).
CtpenkaMu 0003HAYEHBI MOPSIKOBBIE HOMEpPA XPOMOCOM, Ha KOTOPBIX JIOKAIHU3YIOTCS

cursaiel. Macrad: 10 MM
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Pucynok 3. [Ipumepst FISH ¢ 3onmamu, cnenuduyHbMU A7 OTAENIBHBIX XPOMOCOM

riemenckoro xamesneona (Chamaeleo calyptratus). Macmta6: 10 M.



