denepanpHOE TOCYIaPCTBEHHOE aBTOHOMHOE 00pa30BaTeIbHOE
yUpEXKIEHUE BBICIIIETO 00pa30BaHUs

«HamoHanpHbIN UcCieq0BaTENbCKUN TOMCKUI TOCY1IaPCTBEHHBIA YHUBEPCUTET

Ha npasax pykonucu

Co0osieBa EBrenusi CepreeBna

MOJIEKYJIIPHO-TEHETUYECKHI AHAJIN3 TOYEK
PA3PBIBOB ®PUKCHUPOBAHHBIX U TOJIMMOP®HBIX
UHBEPCHUH B X XPOMOCOME MAJIIPUMHOI'O KOMAPA
ANOPHELES MESSEAE

1.5.7. — reneruka

Juccepranys Ha COUCKaHUE YYEHOU CTETeHH

KaHauaaTa OMOJIOTHYECKUX HAYK

HayuHblii pyKOBOAUTEIIb
KaHIuAaT OMOJIOTHYECKUX HAYK, TOIICHT

AptemoB I'ne6 HukomnaeBuy

Tomck — 2025



2

OI'JIABJIEHUE
BBEJIIEHUE ...ttt sttt 4
1 JUTEPATYPHBIM OB3O0P .......ooivieirieeeirseeiies et eness s senes s esses s s, 14
1.1 XPOMOCOMHBIC TIEPECTPOMKHI ....vveeiuvvereissreessssrnesssssesssssesessssessssssessssssesssnssssssnssessnnes 14
1.2 XpOMOCOMHBIC HHBEPCUU U UX SHAUCHHEC ... .vvveeiurriesssreressireesssssnsssssessssssssssesssnnns 17
1.3 X-XpoMOCOMa: POJIb B IBOJTFOITHH FYKAPHIOT ...ceuveererersreasreeueessnsssnessneessesssesssessneas 24
1.4 Manspuitabie KOMapbl POIa ANOPNEIES .......oeivieiii s 41
2 MATEPUAJIBI I METODBL......ccciiiieiie ettt 61
2.1 MaTEPHAIT HCCIIEIIOBAHMS .......vveeeurreesssreeessseeeaasseesssseesasseessssseessssseesssseessasseessnsens 61
2.2 MonekynspHbIe U ITUTOTCHETUYECKUE METOIBI UCCIACTOBAHM ..ee.vvveervveesnveeaneennne 61
2.3 ITEpaTUBHOE KAPTUPOBAHME TEHOMA. .. .ecuvreeeinrreressnreesssnresssnrnnesssnesesssnesssasnesssnsnes 65
2.4 BUOVHMDOPMATHUECKUAE METOIBL ... veervveeureesnreesssesasnreesnneessnessssessnesasnessssseesneesnneens 69
B PESVYJIBTATDL ...ttt nbe e e e 74

3.1 ®uznueckoe KapTUPOBAHUE TOUEK Pa3pbIBOB XPOMOCOMHBIX NIEPECTPOECK B
X-XPOMOCOME AN, IMESSEAE .. .vvieiuiiieeiurreeeittaeeesitreeassteesssreesssaeessbreesssseessssbeessnsseesssees 74

3.2 Onucanue CUHTEHHBIX OJIOKOB F€HOB, 0OPa30BaHHBIX XPOMOCOMHBIMU
nepecTpoiikamu B X-XpoMOCOME, U PEKOHCTPYKITUSI MHBEPCUOHHBIX COOBITHH ......... 81

3.3 DBoTIONHS TUHEHHBIX MTOPSIKOB OPTOJIOTOB T€HOB, (PIIAHKUPYOIIUX TOYKH
pa3phIBOB B X-XpOMOCOME, y Apyrux npeactaButeieid ANopheles........ccoovvvevenee. 86

3.4 'eHOMHBII COCTaB OKPECTHOCTEHN TOUYEK pa3phIBOB (PMKCUPOBAHHBIX UHBEpCHUli . 88

3.5 OyHKIIMOHAIbHAS XapaKTEPUCTUKA TEHOB C MCTIOJIb30BAaHIEM T'eHHON
OHTOTIOTTIH «. v evueeseeeeseeesesesesasensesasensensensessensssnsenssssesssssensssnsensssnsenssensenasensenassnsenneenses 91

4 OBCYKIIEHIE .......ooiiieieiii ettt 95
4.1 AkTyanuzaiusi XpOMOCOMHOM KapThl HA OCHOBE HOBBIX JIaHHBIX KapTUpoBaHus. 96

4.2 HalineHnHble paHee TPAHCTIO3UITMH TIOITBEPIAMIIA THIIOTE3Y O CYIECTBOBAHHUH
KPYITHBIX TIEPECTPOECK «..vveeeutteeessteeeeauseeesasseaesasseaesasseessssseeesssseesssssesssssesesassesesassesesnnnns 97

4.3 Poib MOOMIIBHBIX TEHETUUECKUX 3JIEMEHTOB B (POPMHUPOBAHUN (DUKCUPOBAHHBIX

HMHBEPCUI Y AN MESSBAL ......eeiiuieiiiiiesiriesirie sttt 99
4.4 CBs13b XpOMOCOMHBIX TIepecTpoek ¢ oboramenneM GO-TEPMUHAMM ................. 103
BAKITHOUEHUE .......ooiiiiiiiiiiieee ettt 105

CITMCOK COKPAILEHUH U YCJIOBHBIX OBO3ZHAUEHUMN ..., 106



3
CIUCOK UCIIOJIb30BAHHOM JIMTEPATYPBI .......ovvveeveereieeieeeeese s, 108

[Tpunoxenue A. IlepedeHb MapKEpHBIX T€HOB, UCMOJIb30BAHHBIX MPU KAPTUPOBAHUU
170505157 0101 02 (U RPN 134
[Tpunoxenue b. KaptupoBanue ¢aHKepHbIX TeHOB (PUKCHPOBAHHBIX MHBEPCUH B
X-XpOMOCOME Y AN, AACIAE X1 ..vveiiiiiieiiieie ettt 137
[Ipunoxenue B. IIMOTHOCTH T€HOB W MPOCTBIX MOBTOPOB B OKPECTHOCTSIX TOYEK
PA3PBIBOB Y AN, @IFOPAIVUS ...ccvvvieeiiiie e sitiie s siiie ettt e ite e st e st e st e s s s e e e sbaeessnneee e e 138

HpI/IJIO)KCHI/Ie H AHanu3 TeHHOM OHTOJOTHM B HHBCPTUPOBAHHBIX CHHTCHHBIX



4
BBEAEHHUE

AKTYaJIbHOCTH HUCCIEA0BAHMA. XPOMOCOMHBIE IIEPECTPOUKN THUIA UHBEPCUU U
TPAHCIOKAIIUH COMPOBOXKIAIOT JBOJIONHMIO MHOrMX opranm3moB [1, 2]. Cpemu
JIBYKPBUIBIX HACEKOMBIX IIMPOKO PACIPOCTPAHEHBI MHBEPCHM, BHI3BAHHBIE TOBOPOTOM
¢dparmenTa xpomocomsl Ha 180 rpagycoB Oe3 3axBara rieHTpoMepsl [2, 3, 4]. TTockoabKy
UHBEPCUU OTHOCATCS K COQJIaHCUPOBAHHBIM XPOMOCOMHBIM IEpPECTPOMKaM OHU HE
BBI3BIBAIOT ~ CHMJKEHUS  IPUCIIOCOOJIEHHOCTH, OJHAaKO (epTHIBHOCTh  OCO0€ll,
TeTePO3UTOTHBIX 10 HMHBEPCUSAM CHIDKEHA, TaK Kak KPOCCHHTOBEpP BHYTPHU
MHBEPTUPOBAHHOI'O pailoHa BBI3BIBAET MOSIBICHUE TUIEHTPUYHBIX XpOoMOcoM. Jpyrum
CIIEICTBUEM OTPaHUYCHHUS OOMEHOB BHYTPH WHBEPTHPOBAHHBIX YUAaCTKOB XPOMOCOM
ABJISIETCS HAKOIJICHUE B Ka)KJIOM BapUaHTE YHUKAJILHOTO COUETaHUS ajuieseil, KoTopble
HacJIEYIOTCS CLEIJIEHO Kak cynepreH. Takue codeTraHuss MOTYT JaBaTh a/alTUBHBIC
NpeuMyIIecTBa, HAaXOAACh TON JehcTBUEeM oTOopa. Kpome Toro, uHBepcuu
NOTEHIMAIbHO MOTYT JeHCTBOBaTh M uepe3 3(P(EKT MOJOKEHUs, U uepe3 Co3JaHHe
XUMEpPHBIX  TE€HOB, €CIM  Pa3pbiBbl  MPOUCXOIAT  BHYTPH  KOAMPYIOIIUX
MTOCJIEA0BATEIBbHOCTEN.

WHBepcru CONpPOBOXKAAIOT IBOJIIOLMIO0 MAISIPUIHBIX KoMapoB poxa Anopheles —
€IMHCTBEHHBIX MEPEHOCYMKOB MAISPUHHOTO TIUIA3MOAMS, BO3OyAMTENsT MaJspuu,
KOTOpasi €XKErojJHO YHOCUT OOJbllie MOJYMWIUTMOHA >XU3HeW [5], a Takxke mpyrux
3a00JICBaHHI YeJIOBEKa, Hampumep, aupoduisiprosa, pacrnpoctpanéanoro B Poccun [6,
7]. Tak, manpumep, B komiuiekce Gambiae OJIM3KOPOACTBEHHBIC BUIBI PA3IUYAIOTCS
HAOOpOoM (PUKCHPOBAaHHBIX (PBOJIOIMOHHBIX) W MONMUMOpPGHBIX HHBepcuid [8].
MexBUIOBBIE pa3nndus B HaOope (DMKCHUPOBAHHBIX MHBEPCUN TMO3BOJIMIN BBIICTUTH
IIeCTh OJIN3KOPOACTBEHHBIX BU0B noArpymsl Maculipennis: Anopheles atroparvus van
Thiel, 1927; Anopheles maculipennis Meigen, 1818; Anopheles messeae Falleroni, 1926;
Anopheles sacharovi Favre, 1903; Anopheles martinius Shingarev, 1926; Anopheles
beklemishevi  Stegnii & Kabanova, 1976 [9]. Ilopsmok BO3HHKHOBCHHS
NEPEKPHIBAIOLINXCSI HHBEPCUI 4acTO MOKHO BOCCTAaHOBUTD, KAPTUPYSI TOUKU Pa3pPbIBOB,

U TO3TOMY (UKCHUPOBAHHBIE HMHBEPCHUHM  HUCIOJNB3YIOT Il  PEKOHCTPYKLHUHU
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(UIOreHeTHYeCKUX OTHOIIEHUWH MeXAy BHUIAMU. AJanTUBHAs pPOJb WHBEPCUU
MIOJITBEPIKIACTCSI MHOTOYHUCIEHHBIMA (DaKTaMH WHBEPCHOHHOTO TMOJIMMOpPU3MA, Kak
NpaBWiIo y BUIOB ¢ oOmmpHbIM apeajom [10]. Hampumep, BbIsBICHA accouuarius
OTIpEe/ICTICHHBIX HWHBEPCUOHHBIX BapHAHTOB C aJalTHBHO U SIUACMHOJIOTHYECKU
3HaYuMbIMH Tpu3HakamMu y Anopheles gambiae Giles, 1902, Ttakumu Kak
SHA0(UIBHOCTD, PEANOYTEHNE X0391HA, YPOBEHb BOCIPUUMYHUBOCTH K MAJIIPUIHOMY
IUIa3MOJIUIO, BEIOOP MECTa pa3MHOKEHHS, yCTOMYMBOCTD K HHCeKTUIMAam [1, 11,12, 13].
CymecTByeT U XpoMOCOMHasi creuupuka BO3HUKHOBEHUS HHBepcuil. Tak s
koMIuiekca Gambiae Hanbosee aKTUBHO MOJIUMOP(HBIE UHBEPCUU BO3HUKAIOT B IJIEUE
2R, mpu 3TOM HEKOrga — B X-xpomocome [14]. HanpoTus, B noarpymmne Maculipennis
XpPOMOCOMHBIE TIEPECTPONKH 3aTparuBalOT MMEHHO X-XpOMOCOMY: (DHKCHpPOBaHHBIC
WHBEPCHH BBISBICHBI TOJBKO y YETBHIPEX BUIOB M3 OIAMHHAIIATH, a Y JIBYX BHJIOB
noarpynnsl  (An. messeae u An. beklemishevi) omucanbl Takke W moaMMOpPQHBIC
uaBepcuu [15, 16]. Uzyuenne GpukcupoBaHHBIX U TOTMMOP(HBIX HHBEPCHIA BaXKHO JIJIS
MOHUMAaHHS SBOJIIOIMK MaJSIpUiHBIX KomapoB [17, 18, 19, 20, 21] u mo3BouseT
UCCJIEIOBATENSIM PEKOHCTPYUPOBAThH MyTH MUTPALIUUA U PACCETICHUS PA3JIMYHBIX BHUJIOB
komapoB [22]. HecmoTps Ha wuMeronmecs ITaHHbIE 00 acCOIMANUAX WHBEPCHH C
npU3HaKaMu, pojb B (POPMUPOBAHUY aJlalTAllUNA KaK CBS3b C BHI000Opa3oBaHUEM ci1abo
M3y4YCHA.

Manspuiinbiii komap An. Messeae cuuTaeTcsi ONacHbIM MEPEHOCYUKOM T1JIa3MOIUS
cpeau BuaoB noarpymmnsl Maculipennis. On pacnipoctpanéH B ymMmepeHHO# 30He EBpazuu
¥ UMECT OJIUH U3 CaMbIX ceBepHbIX (Hapsmy ¢ An. beklemishevi) u oGmmpHbIX apeaiios
cpenu aHodenuH. B ero kapuoTHie, COCTOSIIMM U3 TPEX XPOMOCOM BCTPEYAETCs IO
KpaliHell Mepe 4YeThipe MOJUMOPQHBIX IIMPOKO PACHPOCTPAHEHHBIX MO apeany BUja
uHBepcuil (nmo omnoit B X-xpomocome u miuedyax 2R, 3R, 3L). Kpunrtuueckuii Buj
Anopheles daciae (Linton, Nicolescu & Harbach, 2004) 6sut otaenen ot An. messeae Ha
OCHOBE KOMILIEKCA IAHHBIX MOMYJIIIIUOHHO-TEHETUYECKOT0, KoIorndeckoro [23, 24], u
MOJICKYJISIPHO-TEHETHUECKOTo aHainu3oB [25, 26, 27]. An. daciae oGnamaer CXO0XuUM
WHBEPCHOHHBIM monuMoppuzMoMm ¢ ANn. messeae 1o ayrocomMaMm, OJHAKO IO

X-XpoMOCOME B €ro MOMmyJsusix oOHapyxkuBaercs noaumopduas wunBepcus X0,
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obOpasyromass wHBepcroHHbI BapuanT X00, Torma kak y An. Messeae BCTpedaeTcs
Ipyrasi HoJMMopQHasi UHBEpCUs — X2, IPUBO/IAIIAS K HHBEPCUOHHOMY BapHaHTy X22.
HecmoTpss Ha TO, 4TO XpoOMOcOMHas 3Bojoius B moarpymmne Maculipennis
M3y4YeHa JIOBOJBHO XOpOIIO, (UKCUPOBAHHBIE XPOMOCOMHBIE MEpPecTporku B X-
XpoMmocoMe y ANn. messeae, a Takke y CpaBHUTEIIBHO HEJJaBHO BhieieHHoro An. daciae,
He Obutn ompeneieHsl. [IpuunHON MI0X0M M3y4eHHOCTH X-XpOMOCOMBI B MOATPYIIIE
Maculipennis siisiercst TO, 4To Oyay4r caMOi KOPOTKOM XpOMOCOMOM Habopa OHa He
COZIEPKUT JOCTATOYHOIO KOJMYECTBA JHUCKOB JUISl PEKOHCTPYKIMHU IEPECTPOEK IMYTEM
MPOCTOTO CPaBHEHUS LUTOTCHETHUECKHX KapT IMOJHUTEHHBIX XPOMOCOM. JTO OBbLIO
IPOJAEMOHCTPUPOBAHO B peE3yJbTaTe (PU3MUECKOI0 KapTUPOBAHUSI XPOMOCOMHBIX
nepecTpoek y msatu Buaos ¢ momoribio FISH 17 JIHK mapkepos [22] rae Ob110 TOKa3aHo,
4TO paHee MPeUIoKEHHAs cxeMa MepecTpoek B X-xpomocome [9] sBisieTcss HEBEpHOMU.
Hecmotpss Ha cxonctBo B mopsiake 14 JIHK-mapkepoB y BumoB An. atroparvus,
An. maculipennis u An. messeae, mopsaok TpéX MapkepoB B X-xpoMocoMe An. messeae
He coBman ¢ Haumbojee Omm3kuMm emy An. maculipennis [28], uro wmoro
CBHUJICTEIIbCTBOBATh B TOJIb3y TMOSIBJIEHUS XPOMOCOMHBIX II€PECTPOCK B JIMHUU
An. messeae u, BO3MOXHO, KpunThdeckoro Buupa An. daciae. B cBsa3m ¢ 3tuMm
00CTOSITETLCTBOM BaKHO OBLIIO ONPENIEIUTh, KaK MPOUCXOIUIIA SBOIIOIHS X-XPOMOCOMBbI
y OJHM3KOPOJACTBCHHBIX BHJOB AN. messeae m An. daciae u kakod MOPSJIOK TCHOB
ABisieTcsl Haubojee JPEeBHUM B OATOM XpOMOCOME, YYUTHIBas WHBEPCHUOHHBIN
noymMoppu3M Mo X-XpOMOCOME y OTHUX BHJIOB. PemieHue 3TOW 3amadMl MO3BOJIUT
NPEAnojIoKUTh KakuM 00pa3oM MPOUCXOIUIO pacrnpocTpaHeHue ANn. messeae wu
An. daciae Ha eBpa3HiiCKOM KOHTHHEHTE, & TAKXKE CTPOUTH AATbHEHIITUE MPEATOIOKECHHS
0 CBSI3H IBOJIIOIIMK X-XPOMOCOMBI C BHI000pa3zoBanueM B noArpymnmne Maculipennis.
Heabro quccepTallMOHHON pabOTHI SABJISIICS MOJEKYJISIPHO-TEHETUUYECKUN aHAIIN3
TOYEK Pa3phIBOB (PUKCUPOBAHHBIX W MOJIUMOPGHBIX HHBEPCUM X-XPOMOCOMBI ISt
PEKOHCTPYKIIUU XPOMOCOMHOM ABOJIIOLIMU MaJIIPUAHOTO KoMapa

Anopheles messeae Fall.



.

Jlnis nocTrkeHus ey ObUIM MOCTaBIIEHBI CIIETYIOIINE 3aJaqu:

1. [IpoBecTn ¢u3Mueckoe KapTUPOBAHUE TOUYEK pa3pbIBOB (DUKCUPOBAHHBIX
nepecTpoek U noaumMopdHsIx HHBepcuil B X-xpomocome An. Messeae u KpUrnTUuIeCKOro
Buga An. daciae, ucrosp3ys B kKauecTBe pedepeHcHoro renom An. atroparvus.

2. IIpoBectTd  MOJNEKYISPHO-TEHETUYECKUN  aHalW3  palloHOB  TE€HOMa
An. atroparvus roMeoJIOTUYHBIX OKPECTHOCTSIM TOYEK pa3pblBOB (PUKCHUPOBAHHBIX MU
noaumMopHbIX HHBepcuii An. messeae u An. daciae.

3. PekoHcTpyupoBaTh 3BOMIOIUI0 X-XpOMOCOMBI AN. Messeae u KpUITHYECKOrO
Buga An. daciae st aHaimM3a BO3MOXHBIX MyTEH MUTpAllUM U pacCelieHHs] BUIOB Ha
Tepputopun EBpazuu.

Hayuynass HoBu3HA. BrepBpie KapTUpOBaHBI (PUKCUPOBAHHBIE XPOMOCOMHBIE
MEepPECTPOMKH B X-XxpomocoMe AN. MeSSeae u 3aBepileHa PEKOHCTPYKIUS XPOMOCOMHOM
spotoruk B moarpymme Maculipennis [9, 22]. Bmepsble NpoBeacHO TI'€HOMHOE
KapTHPOBaHUE XPOMOCOMHBIX IIEPECTpOeK Il Kpurrtudeckoro Buma An. daciae,
KOTOpBIM HemaBHO ObLI BbiACHCH u3 An. messeae [25, 26, 27]. Bmepsoie mpoBenéu
MOJIEKYJISIPHO-TEHETUYECKAN aHaIU3 OKPECTHOCTEM TOYEK pPa3pblBOB MHBEPCUU B X-
xpoMocome An. messeae u palloHOB X-XpPOMOCOMBI, KOTOpPbIE€ W3MEHHWIA CBOE
pacrojoKeHue B pe3yJbTaTe WHBEPCHUM, a TAK)KE BBISBICHHE AJAalTHBHO 3HAUYMMBIX
MPU3HAKOB, KOTOPbIE MOTJM Obl OOBSCHUTH (PUKCALIMIO 3TUX MEPECTPOEK B IBOJIOLUU
noarpynmne Maculipennis. B pamkax JaHHOW TUCCEPTAIlMOHHON pabOTHI pa3paboTaH M
BIIEpPBbIE MPUMEHEH METOAMYECKUN MOIXOJ — WTEPATHBHOE KapTUPOBAaHHE, KOTOPOE
MO3BOJIIET TMPOBOAUTH (U3MYECKOE W TEHOMHOE KapTHPOBAaHHE XPOMOCOMHBIX
MEePECTPOEK BHUJIOB 0€3 TEHOMHBIX COOpPOK WM C TEHOMHBIMH COOpPKaMU HU3KOTO
kadectBa. Paspaborana mporpamma GIC (aHanormuynas nporpamme GRIMM [29]),
KOTOpasi HeJJaBHO TepecTalia MoAAeP)KUBATHCA), IPeAHAa3HaAuUECHHAS TSI PEKOHCTPYKIIUU
MOpsIKa BOBHUKHOBEHU S XPOMOCOMHBIX IEPECTPOEK B IBOJIIOLIUU.

Teopernyeckass U nMpakTU4YecKass 3HAYUMOCTHL HcciaeaoBanns. [lonydyeHHbie
JaHHbIE BHOCST BKJAJ B IMOHHUMAaHHE IPOLECCOB BUAO0OpA30BaHUS, aJanTallddl H
BEKTOPHOM KOMIIETEHTHOCTHM MAJSIPUMHBIX KOMapoB. KapTupoBaHHBIE paliOHBI,

coliepKallire TOYKU pa3phblBOB MHBEPCUI MO3BOJIST OBICTPO MOIYYUTH MH(GOPMAIIUIO O
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WX JIOKaJU3allui, KOTJa IOJIHOreHOMHBIe cOopkm An. messeae u An. daciae Oymyt
noJiyueHbl. B Xoje WTepaTUBHOTO KapTUPOBAHMS T€HOB ObUIM OMpENETICHBbI PaloHbI
JIOKaJIU3alliid MHOTUX T€HOB, KOTOPHIE MOKHO MCIIOJIb30BaTh B APYTUX UCCIEIOBAHUSX.
dwuoreneTuveckoe ApeBo moarpymmel - Maculipennis, momosHeHHOE  JaHHBIMHU
HACTOSIIIIETO MCCJIEIOBaHUs, OyAeT MWCIOJAb30BAHO JUIsl PEKOHCTPYKUUU ITyTeH
pacceeHus MaJSIPUAHBIX KOMapOB Ha €BPa3UiiCKOM KOHTHHEHTE U TTOCITYKUT OITOPHBIM
MaTepHaJIoM JUIsl TadbHEHIITNX UCCIEOBAaHUM B 00JIACTH HBOIOIIMOHHON IUTOT€HETUKHU
U HBOJIIOIIMOHHON T'€HETUKH MAaJSIpUMHBIX KOMapoB. OmnucaHue U MmyOJIMKaIus MEeToja
UTEPATUBHOTO KapTHPOBAHUS MOXKET MPUTOMUTHCS IS (U3UMYECKOTO W TEHOMHOTO
KapTUPOBaHUS APYrMX HEMOJEIbHBIX opraHu3moB. l[Iporpamma GIC nHaxomutcs B
CBOOOJHOM  JIOCTYII€ W  MOXET OBITh TPHUMEHEHa Uil  PEKOHCTPYKITUH
MOCIIEZI0BATEILHOCTH COOBITUI XPOMOCOMHBIX MEPECTPOCK.

Metoabl ucc/ie0BaHUNA, UCNOJIb30BAHHbIE B auccepranmum. [lanHas pabota
OblIa BBITIOJHEHA C MCIOJB30BAaHUEM KIIACCHYCCKUX MOJICKYISIPHO-TEHETHYECKHUX
nonxonoB (Beimenenue JIHK, TIIP wu remp-anextpodopes), MUTOTCHETUUECKHUX
(IpUrOTOBIIEHHE CYXO0-BO3AYIIHBIX MPENapaToB, KAPUOTHUIUPOBAHHE MAJISPUIHBIX
KOMapoB,  (HU3WYECKOE  KApTUPOBAaHWUE  TOYEK  Pa3pbhiBOB),  MOJICKYJSPHO-
IIUTOreHETHUYECKUX (pa3paboTKa mpaiMepoB, QuyopeciieHTHas IN Situ rubpuan3anms)
OnonH(pOpMaTUUECKUX METOJ0B (AaHHOTAIMSI MOOWUJIBHBIX TE€HETHUYECKUX DJIEMEHTOB,
TCHOMHOE KapTHPOBAaHUE TOYEK Pa3phIBOB XPOMOCOMHBIX IEPECTPOCK, UTEPATUBHOE
KapTHUpPOBaHUE, PEKOHCTPYKIUS HHBepcuid ¢ moMonisio GIC, ananu3 reHHO# OHTOJIOTUN).

OcCHOBHBI€ MOJIOKEHHSI, BBIHOCHUMbIE HA 3AIIUTY:

1. TlosBnenue ¢umoreHernyeckoii BetBu Anopheles messeae u An. daciae
noarpymnmsl Maculipennis cBsi3aHO ¢ BOBHUKHOBEHHUEM HHBEPCHIA B X-XPOMOCOME.

2. Yuactku X-xpomocombl Anopheles messeae, coaeprkaliine TOYKH pa3pbIBOB
¢bukcupoBaHHBIX HHBEpcHM, oOorameHHbie J[HK-Tpancmo3oHamu ¥ TOMEOJIOTHYHBIE
palioHaM XpPOMOCOMHBIX TEpPEeCTPOeK Yy JpYrux BHUIOB, SBISIOTCS CTPYKTYPHO
HECTAOMIHbHBIMH, M UTPAIOT KIFOUEBYIO POJIh B MHUITUAIIUN SBOJTIONUOHHBIX H3MEHEHUN

CTPYKTYpPBhl XpOMOCOM y HEJIAaBHO AMBEPTUpPOBaBIIEH BETBU MOATpymmbsl Maculipennis.



Anpodanus pe3yJbTaTOB

HayuHble pe3ynbTaThl, ONHUCHIBAEMbIE B JAHHOM padOTe, YaCTUYHO ObUIH
uznoxkenol B 10 Te3ucax Ha MEXKIYHAPOJHBIX U BCEPOCCUUCKUX KOH(EepeHUHUsX, B 3
CTaThsX B pelEH3UpyeMbIX HaydHbIX >xypHasnax (Q1-Q2). IMomydeno 1 aBTopckoe
CBUJIETEIBCTBO.

Te3ucwi kongpepenyuil
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te3ucoB | X Bcepoccuiickoro mMononexHoro Haydnoro (opyma. Camapa, 29 oktsaOps —
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Anopheles messeae Fall. / E. C. Co6onesa, K.M. Kupunenko, I'. H. Apremon //
Hayunble yTeHus1, nocBsimieHHble 60-1eTrHi0 Kadeapsl FeHeTUKU U KJIETOYHON OMOJI0run
ToMcKkoro rocyaapCTBEHHOTO  YHUBEPCHTETa :  MaTepHalbl  MEXIyHapOJIHOM
koHbepennun. Tomck, 23-26 centsiops 2024 r. — Tomck, 2024. — C. 37-38. - 0.1/0.03
a.JL.

3. CoboneBa E. C. Ananu3 WHBEPTUPOBAHHBIX CHHTEHHBIX OJOKOBB X
XpoMocome Massipuiinoro komapa Anopheles messeae / E. C. Co6onena, 1. B. Illapaxos,
I'. H. Apremos // VIII Cbe3n BaBuiioBckoro o0miecTBa réHETUKOB U CEIEKLIMOHEPOB,
nocBsmeHHbIN 300-TeTHI0 POCCUIICKOW HAayKH W BBICHICH IIKOJBI : COOPHHUK TE3WCOB
Mexnaynaponnoro konrpecca. Caparos, 14—19 utons 2024 r. — CI16., 2024. — C. 558. —
0.1/0.03 a.o.

4. CodoneBa E. C. KaprupoBanue TOYEK pa3pbiBOB (PUKCHPOBAHHBIX H
noauMop(dHBIX HHBEpcUil B XpoMocome X y MaisipuiitHoro komapa Anopheles messeae /
E. C. Cob6onena, I'. H. Apremos, U. B. [llapaxoB // Xpomocoma — 2023 : marepuaibi
MexXayHapoaHod koHdepeHuun. Hoocubupck, 05-10 centsiops 2023 1. —
HoBocubupck, 2023. — C. 182-183. - 0.12/0.04 a.x.

5. Cobonesa E. C. ltepatuBHOE KapTUPOBAHUE — HOBBIM MOAXOJ] K TEHOMHOMY

KapTUPOBAHUIO TOUEK pa3pbiBa HHBEPCHUI HA IPUMEPE XPOMOCOM MAIIIPUMHBIX KOMApOB
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poma Anopheles moarpymmer  Maculipennis / E. C. Co6onesa, I'. H. Apremor //
Xpomocoma — 2023 : MaTepuanbl MeXIyHapoaHoM koHpepenunu. HoBocubupck, 05—-10
centsops 2023 r. — HoBocubupck, 2023. — C. 184-185. - 0.12/0.06 a.n.

6. Co6osieBa E. C. ['eHoMHOE KapTUpOBaHHWE TOYKU pa3pbiBa (PUKCHPOBAHHOU
uHBepcur B X xpomocome Anopheles messeae / E. C. Cobonera / MHCK-2021.
buonorus : matepuansl 59-it MexayHapoaHOW HAyYHOU CTYJEeHUYECKONH KOH(EPEHIUH.
HoBocubupck, 12-23 anpens 2021 r. — HoBocubupck, 2021. — C. 160. — 0,06 a.n.

7. CoboneBa E. C. HMHBepCHOHHBIN MOIUMOPPU3M MPUPOTHBIX MOMYJISIUN
Anopheles beklemishevi Stegnii et Kabanova B 3amagnoii Cubupu / E. C. CoboieBa,
B. C. ®énopoga, B. A. bypnak, M. B. [llapaxosa, I'. H. ApremoB // KonuenryaibHbie u
MPUKJIAHBIE ACTIEKTHl HAYYHBIX MCCIIEIOBAaHUM M OOpa3oBaHMs B OOJACTH 300JIOTHH
0ecro3BOHOUHBIX : cOOpHUK cTaTeit V MexayHapoaHoi koH(pepenuuu. Tomck, 26—28
okts16pst 2020 r. — Tomck, 2020. — C. 140-144. - 0.2/ 0.04 a..

8. Haidara M. Genetic mechanisms of mosquito-parasite interactions: insights
from chromosomal rearrangements / M. Haidara, G. Artemov, V. A. Burlak, E. Soboleva
/Il VIl Cpe3n BaBuioBckoro o0ImecTBa T€HETUKOB M CEICKIMOHEPOB, MOCBSIICHHBIN
300-neTrro pOCCUIICKOM HAYKH M BBICIIECH IIKOJBI ;| COOPHUK TE3UCOB MEXKTyHAPOIHOTO
koHrpecca. Capatos, 14-19 urons 2024 r. — CII6., 2024. — C. 406. — 0.1/ 0.03 a.x.

9. Soboleva E. S. Characteristics of the inversion polymorphism of the Siberian
natural populations of malaria mosquitoes Anopheles beklemishevi using fluorescent in
situ hybridization / E.S. Soboleva, G. N. Artemov // Modern Achievements in
Population, Evolutionary and Ecological Genetics. MAPEEG 11" meeting: Program &
Abstracts of the International Symposium. Vladivostok — Vostok Marine Biological
Station, September, 08-12, 2022. — Vladivostok, 2022. — P. 70. — 0.09 / 0.05 a.n.

10. Soboleva E. Mapping of inversion breakpoints on the X chromosome in the
Maculipennis subgroup of malaria mosquitoes / E. Soboleva, I. Sharakhov, G. Artemov
/1 26th International Congress of Entomology : Book of Abstracts. Helsinki, Finland, July
17-22,2022. —P. 723. - 0.06 / 0.02 a.x.
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11. CBUAETENHCTBO O TOCYAAPCTBEHHOW perucTpanuu mnporpammbl s OBM
Ne 2024689915 Genome  Inversions  Calculator / Co6oxaeBa E. C. (RU);
npaBooOanarens: deaepanibHOE TOCYJAPCTBEHHOE aBTOHOMHOE O0pa30BaTENIbHOE
YUpEXKJICHHE BBICIIET0 oOpa3oBaHus «HarmoHanpHBIN HcciaenoBaTeabCckuil ToMmckmit
rocynapctBeHHbI yHuBepcuTeT (RU). — 3aaBka Ne 2024688591; nata nmocrymnieHus —
27.11.2024; nmata rocyaapcTBEHHOW peructpaunu B Peectpe mporpamm mis OBM —
11.12.2024; broj. Ne 12.

Cmambu 8 peyeH3upyemvix HayyHblX HCYPHALAX

12. Soboleva E.S. The Species-Specific Inversion Polymorphism of the X
Chromosome in Anopheles messeae and Anopheles daciae Is Based on the Common
Ancestral Variant X1 / E.S. Soboleva, M.V. Sharakhova, 1.V. Sharakhov, G.N. Artemov
I/l Genes. — 2026. — Vol. 17, is. 1. — Article number 5. — 12 p. — URL:
https://www.mdpi.com/2073-4425/17/1/5 (access date: 20.12.2025). - DOI:
https://doi.org/10.3390/genes17010005 — 1.03 / 0.26 a.n. (Web of Science).

13. Soboleva E. S. Two Nested Inversions in the X Chromosome Differentiate the
Dominant Malaria Vectors in Europe, Anopheles atroparvus and Anopheles messeae /
E. S. Soboleva, K. M. Kirilenko, V. S. Fedorova, A. A. Kokhanenko, G. N. Artemov,
I. V. Sharakhov // Insects. — 2024. — Vol. 15, is. 5. — Article number 312. — 19 p. — URL.:
https://www.mdpi.com/2075-4450/15/5/312 (access date: 13.05.2025). - DOI:
10.3390/insects15050312. — 1.48 / 0.24 a.n. (Web of Science).

14. Soboleva E. S. Physical Mapping of Two Nested Fixed Inversions in the
X Chromosome of the Malaria Mosquito Anopheles messeae / E.S. Soboleva,
K. M. Kirilenko, V. S. Fedorova, A. A. Kokhanenko, G. N. Artemov, I. V. Sharakhov //
Comparative Genomics : Proceedings of the 20th International Conference, RECOMB-
CG 2023. Istanbul, Turkey, April 14-15, 2023. — 2023. — P. 84-99. — DOI: 10.1007/978-
3-031-36911-7 6. — (Lecture Notes in Computer Science. — Vol. 13883). — 1.05/0.17
a.Jl.

Bkian aBTopa. ABTOp AMCCEPTALIMOHHON pabOThI CAMOCTOATEIBHO MPOBENIA BCE

ATamnbl JIa0OpaTOpHOM pabOThI, a TAKXKE aHAJIW3 T€HHOM OHTOJNOTHUU. Takke aBTOPOM
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COOCTBEHHOPYYHO OBbUT pa3paboTaH KaJbKyJIATOP T€HOMHBIX WHBEPCUM, C MOMOIIBIO
KOTOpOTo Obljla TPOW3BEICHA PEKOHCTPYKIUS HMHBEpcuil. Marepuan U3 TPUPOIAHBIX
nomyJsiuuid ObUT coOpaH KoJieramMu M3 TOMCKOro rocyJlapCTBEHHOTO YHUBEPCHUTETA:
AptemoBeiM ['niebom HuxonaeBuuem, bypnakom Bragumupom AnekcaHIpOBHYEM,
Xaitmapa Moxamenom Kanepom. PabGota ¢ manHeIME mpouteHHit An. atroparvus,
An. maculipennis, An. messeae u An. beklemishevi, a Taxxe aHHOTaIHsS OBTOPEHHBIX
AJIEMEHTOB M MX CTAaTHUCTHYECKHI aHanu3 ObUIM BblMoNHEHbl Kupuienko Kupusiom
MuxaitnosuueMm (TT'Y, Tomck).

Crpykrypa u 00beM padoThl. Jluccepranus COCTOUT U3 BBEICHUS, YETHIPEX TJIAB,
BBIBOJIOB, CITUCKA JIMTEPATyphbl U 5 npuioxkenuid. Pabora uznoxxena na 149 crpanunax,
MPOMJUTIOCTPUPOBaHa 23 PUCYHKAMH M COACPYKUT { TaOJIHII.

baarogapHocT. ABTOp BbIpakaeT OJaroAapHOCTh CBOEMY HAy4YHOMY
pykoBoauTento K.0.H. Apmemosy I'neby Huxonaesuuy (TT'Y); xomnneram u3 1abopatopuu
ABOJIIOIIMOHHON IUTOTE€HETUKHU B JNule Xauoapa Moxameoa Kaodepa i Ananacesuua
Maxkcuma Brnaoumuposuua (TI'Y) 3a okazaHHYIO MOJACPIKKY, COBETHI M IUIOJOTBOPHBIC
JMCKYCCUU Ha Pa3HbIX ATamax paboTel. Tak e aBTOp OTAENBHO Oyaromaput 1.0.H.
llapaxoea Heops Banemmunosuua (IlonutrexHudyeckuid yHUBEpCcUTET BupmxunHuu,
CHIA) 3a mpeaocTaBJ€HHYIO BO3MOXKHOCTh ITOJATOTOBHUTH CBOKO JHUCCEPTALIMOHHYIO
paboTy B paMkax ero Hay4yHoro npoekrta (PH® Ne 21-14-00182), a Takxke 3a ICHHBIC
coBeThl. OTAeNbHOE crnacu00 pPElEH3eHTaM W OIMIMOHEHTaM 3a IIEHHBbIE 3aMeYaHus U
PEKOMEHIAINH, CIIOCOOCTBOBABIIINE YIYUIICHUIO KAYeCTBA JAHHOU PabOTHI.

OcoOy10 MPU3HATENBHOCTh aBTOP BBIpaXKaeT cBoeMy cynpyry Hukonaro v cBoeit
CEMbE, 32 KOJOCCAIBbHYIO TOIJEPKKY U BEpy, KOTOPhIE CTald BaXXHBIM PECYpPCOM B
nepuoj paboThl HaJ nuccepranuei. X yuactue u 3a00Ta 0ka3anu HEOIIEHUMOE BIIMSHUE
Ha MPEO/I0JIEHUE )KU3HEHHBIX TPYIHOCTEH.

Taxke aBTOp CUMTAaeT HEOOXOAUMBIM OTMETUTH BKJIAJ CBOETO IIKOJIHHOTO
nengarora 1o owmosioruu Cmonenyesa Anexcamopa Bacunvesuua (MBOY «I'mMmHa3zus
Ne3y, r. PyO1oBck), moa pyKoBOACTBOM KOTOPOTO ObLIT COPMHUPOBAH MTEPBOHAYATHHBIHI

UHTEpeC K OHMONOrMYecKMM HaykaM (B YaCTHOCTH, K TEHETHKE), OJHO3HAYHO
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NPEIONPEACIUBIINN  BBIOOP  MPO(PECCHOHANBHOTO  HAMpaBICHHS,  HAYyYHYIO

CIICHHAJIN3alUIO U IMOCJIICAYIOIIYTIO HpO(i)eCCI/IOHaHI)HYI-O pcan3aluro.
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1 JUTEPATYPHBI OB30P

1.1 XpomocomHbIe nepecTPpOKH

[Ton meiicTBUeM OMOTUYECKUX WM AOMOTHYECKHX (PAaKTOPOB OKPYKAIOIIEH Cpe/Ibl
B TEHOMAax JKHMBBIX OpPraHM3MOB MOTYT IPOUCXOIUTHh MYTallMH, BKJIOYAOIINE
pa3HOOOpa3Hble TEHHBbIE U XPOMOCOMHBIE MEPECTPOUKH. ['eHHbIE (WM TOYKOBBIC)
MYTally MPOUCXOIAT Ha YPOBHE OTAEIBHBIX HYKJICOTHIOB U MOTYT BKJIIOYATh B ceOs
pa3IM4HbIE 3aMEHBI OHOTO HYKJIEOTHA HA IPYrOil, BCTABKYU WJIM ITOTEPHU HYKICOTHUJIOB.
XpOMOCOMHBIE MYyTallid, B CBOIO OY€pEdb, MPUBOAAT K CTPYKTYPHBIM H3MEHEHUSIM
LENBIX XPOMOCOM WJIM HMX YYAacTKOB. [JIaBHBIMH pa3iIMuYMsAMM MEXJIYy TE€HHBIMU U
XPOMOCOMHBIMH MYTAlMsIMH  SIBJISIFOTCA  MAacIITad COOBITUSL M €ro IMOCIJEICTBHUS.
Hampumep, 3aMeHa OJHOTO HYKJIEOTHA HA JIPYrol MOXKET IPUBECTU K M3MEHEHUIO B
KOHKPETHOM T€HE U €ro (QyHKIUH, IOCPEICTBOM HW3MEHEHHUS aMHUHOKHCIOTHOU
nocJyenoBaTeabHOCTH Oesika. HampoTuB, XpOMOCOMHbBIE MyTallMd MOTYT 3aTparuBaTh
Cpa3y HECKOJIbKO T€HOB M HMMETh Oosiee HMIMpPOKUE MociencTBus. M3MeHss cTpyKkTypy
XpOMOCOM, Takas MyTalus BJIMSET Ha MPOIECChl KPOCCHUHIOBEpPa BO BpeMs JEJIECHUS
KJIETOK, YTO B CBOIO OY€pEeIb MOXKET MPUBOJIUTH K T'€HETHUYECKOMY pPa3HOOOpaszuio B
IOTOMCTBE.

XPpOMOCOMHBIE MYTAlIMKM COMPOBOKIAIOTCS IBYXIENOUYEeYHbIMU pa3pbiBamu (/P)
JIHK. Tlo orenkam, Ha OAHY Jnensirytocs kieTky npuxomutcs aecsatb P [30]. K
OCHOBHBIM TpuyuHam J[P MOXXHO OTHECTH MOBpEXJIECHHE aKTUBHBIMU (popmamu
KHUCIIOpOJa BO BPEMsSI OKUCIUTENBHOIO MeTaboiM3Ma, MOHU3MPYIOIIee H3IyYyeHUE U
HEeTpeaHaMepeHHoe JeicTBue smepHbix  ¢GepmentoB [31, 32] Bo3nukHOBeHHE
XPOMOCOMHBIX TEPECTPOCK HEPEIKO COMPSIKEHO C TaKUMHU TOHATUSIMH  Kak
«PEKOMOUWHAIIN», «CUHTCHHBIC OJOKM» U «TOYkW pa3pbiBoB» [33]. MccnemoBanus
MOKA3bIBAIOT, YTO HAJTMUHME OJJHUX U TEX )K€ TOUEK Pa3phIBOB CBUACTEILCTBYET 00 00111eM
IIPOUCXOKJICHNN BUJOB, B TO BpeMs KaK CIPyNIIMPOBAHHOE MECTOIIOJIOKEHUE Pa3HbIX
TOYEK B OTHOCHUTEIBHOW ONM30CTH APYr OT JApyra yKa3blBaeT HA HaJUYUE «TOPSUHX

TOYEK» M OOJIBIICH CKIIOHHOCTH 3THX PErMOHOB K nepectporikam [34, 35, 36].
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bnarogaps coznanuio MUKpOCKoma yske 0oJiee BeKa y 4YeJIOBEKa €CTh BO3MOXKHOCTh
BU3YaJU3UPOBATh KPYMHBIE XPOMOCOMHBIE TIEPECTPOMKH, Takhe Kak JeJeluH,
OYTUTAKAIIMY, TPAHCIOKAIMKM WM WHBEpCHM. Jlenmenuedl Ha3bIBalOT MOTEPIO ydacTka
XpoMocoMbl. OHOM U3 HamOoJiee N3YYEHHBIX JENELHI Y YelIOBEKa SBISACTCA JEIeIUs
ydacTKa ISITOM XpOMOCOMBI, KOTOpPYIO onucai gppanity3ckuit neauarp Jlexén XKepom. B
JUTEpaType TaKKe MOXHO BCTPETUTH JIBa TEPMHUHA, KOTOPHIC YTOUHSIOT JTOKAIHA3AIUIO
MOTEPSHHOTO YYacTKa — «TE€PMUHAJbHAS [EJCIUs» U «UHTEPKaJISApHas JeJeLus,
KOTOPBIE MPEACTABISAIOT COOO0M MOTEPIO KOHIIEBOTO U CEPEUHHOTO Y4aCTKa XPOMOCOMBI,
COOTBETCTBEHHO. OcOOM, MOTEPSABIIME Mallbleé YYaCTKH XPOMOCOM B TOMO3UTOTHOM
COCTOSIHUM MOTYT OBITh KU3HECIIOCOOHBIMU, TaK >K€ KaK U OCOOM C KpPYIMHBIMHU
ACNEIUsIMA B TE€TEPO3UTOTHOM cocTosiHuU [37]. Jlymiuwkarnuu MpeacTaBlIsIOT COOOH
pe3ynbTaT yBOCHHUS ONPEAEIIEHHOTO YYacTKa XpOMOCOMbL. OHM MOTYT IIPOUCXOJIUTH KaK
BHYTPU OJHOW XPOMOCOMBI, TaK U MEXIy pa3HbIMH. (DEHOTUIIHYECKOE IPOSIBICHUE
HEOOIBIINX TYIUIMKAIIMN OOBIYHO ciiadee, YeM JAENCeIMU TaKoro K€ pa3mepa, OJHAKO
KpYyMHbIC AYIUTUKAIIMK MOTYT B 3HAUYUTEIHLHON Mepe MOBIUATh HAa (PEHOTUIT OpraHU3Ma
[38]. Knaccuueckum mpumepoM IyIUIMKAIMK SABJSICTCS MyTaius Bar y myiiek pona
Drosophila, obGnapyxennas B 1920-x romax Tomacom Mopranom u Ajbdpenom
CrépreBantoM B X-xpoMocoMme. TpaHCIOKaluK MpeICTABIISIOT COO0M IEPEHOC ydacTKa
omHOM xpomocoMbl Ha Apyryio [39]. CambIM HU3BECTHBIM NPUMEPOM SBJISCTCS
«pOOEPTCOHOBCKAS TPAHCIOKAIUS — MyTallus, IPU KOTOPOU MPOUCXOIUT CIUSHUE ABYX
aKpOIICHTPUUYECKNX XPOMOCOM B OJHY MeTa- WIM CyOMeTaleHTPUIECKYIO.
TpaHciokaluu He U3MEHSIOT YMCJIa T€HOB, U (PEHOTUIUYECKU HE MPOSBISIOTCS HU B
TOMO3HUTOTHOM, HH B T€TE€PO3UTOTHOM COCTOSTHUSX. TpaHCIOKAIUU MOKHO OOHAPYKUTh
M0 «TEHETHUYECKUM MOCIECTBUSAMY K KOTOPBIM OHU MIPUBOIAT, HAIIPUMEP K U3MEHEHUIO
Yyyciia XPOMOCOM HJIM 00pa30BaHUE PAa3IUYHBIX «XPOMOCOMHBIX (UTYpP» BO BpeMms
Mmetiosa [38].

OpHako, HU OJIHA U3 MEPEUYUCICHHBIX XPOMOCOMHBIX MEPECTPOEK HE OKA3bIBAET
CTOJIb CUJIbHOE BJIMSIHHE Ha 3BOJIIOIUIO T€HOMOB J>XMBOTHBIX KaK HMHBEpPCHUA. OJTa
XPOMOCOMHAs TIEPECTPOIKA, XapaKTePU3YIOMascs pa3BOpPOTOM ydacTka Ha 180° Oblna

oTkpbITa BriepBbie A. CTépTeBanTOM B Havane 20-X rof0B MPOILIOro CTOJETHS BO BpeMs
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CpPaBHEHUS TE€HETHUYECKUX KapT OJM3KOPOJCTBEHHBIX BUAOB Npo3oduisl. [lozxe, 310
ob1o moaTBepkaeHo enié paz @. I'. Jloopxkanckum u A. CrépreBantom B 1936r.
YcTaHOBJIEHO, YTO MHBEPCUMM MOTYT OBITh Mapa- U NepuleHTpuueckumu. Ecnmu mms
MEPBBIX XapaKTEpeH pa3BOPOT y4yacTKa MO OJHY CTOPOHY OT IIEHTPOMEpHI, TO IS
BTOPOIO THUMAa TOYKH pPa3phIBOB pPACHOJOXKEHbl HAa PAa3HBIX IUIEYaX XPOMOCOMBI.
Hanpuwmep, y Drosophila melanogaster Meigen, 1830 nacumthiBaetcsi Gomee 500
napaneHtpuueckux wuHBepcui [40]. Cxokue mHaTTEpHBI XPOMOCOMHBIX MEPECTPOCK
HaOJIFOTal0TC MEXy FeHoMaMK MyX poja Drosophila u manspuiineix KoMapoB poja
Anopheles [41]. JIra nogsuna myx Drosophila persimilis Dobzhansky and Epling, 1944
u Drosophila pseudoobscura Frolova, 1929 nmoMuMo 5KOJIOTHYECKHX MPEANOYTCHUI
OTIMYAIOTCS MEXAY COOOM OONBIIMMH TMapaleHTPUUYECKIMH WHBEPCHUSMHU Ha JICBOM
miede X-XpOMOCOMEI i XpoMocoMbI 2 [42].

[ToMrMO KpymHBIX HEPECTPOEK, KOTOPhIE MOXKHO BU3YaJU3UPOBATh C MOMOIIBIO
MHUKPOCKOIIUH, B TEHOMAax BCTPEYAIOTCS MHUKPOIEPECTPONKH, KOTOPHIE HEBO3MOKHO
BBISIBUTh KJIaCCHUYECKUMHU MeToaamu. [lomoOHble M3MeHeHus: ObUTM OOHApPYKEHBI MPHU
U3YYCHUH TEHOMOB MBIIIM, KPBICHI W ueloBeka. MccrmegoBaHus moka3alid, 4TO
HalICHHbIE TIEPECTPOUKH MOTYT 3aXBaThIBaTh KaK HECKOJBKO T€HOB, Tak M ()parMeHT
oxHoro rena [40, 43]. [To3ToMy BBISIBUTH TaKWE U3MEHCHHS MOYKHO TOJIBKO C IMTOMOIIIBIO
(¢u3nYecKoro KapTUPOBAHHWA W KAa4eCTBEHHOTO CEKBEHHUPOBAHHMS C JJIMHHBIMU
npoureHusiMu reHoma [44]. Hanpumep, mukponnasepcrun (MeHee 100 11.H.) MpaKTHUECKU
HEBO3MOXXHO OOHApyXHUTh, €CIIM B XOJI€ IBOJIIOIIMM HA KOPOTKOM HHBEPTUPOBAHHOM
y4acTKe JOTOJIHUTEILHO HAKOMUJIMCh OJHOHYKJICOTHIHBIC 3aMEHBI WJIM BCTaBKU [44,
45].

CToWT TOMYEPKHYTh SBOJIOIMOHHOE 3HAYEHHWE Pa3IUYHBIX CTPYKTYpPHBIX
M3MEHEHUH B TCHOME, TAKUX KaK IYTUIMKAIIMHA, HHBEPCUHU U TpaHCIOKauy. Jyrmkamun
UTPAIOT KIIFOUEBYIO POJIh KAaK HCTOYHUK HOBBIX T€HOB MJIM KOMILJIEKCOB T€HOB, IIOCKOJIBKY
OHHM MOTYT CO3/1aBaTh JOIMOJIHUTEIbHbIE KOMUH T€HETUUYECKOW MH(MOpMAIMU, KOTOPhIE
BIIOCJICJICTBUM MOTYT TOJBEPraThCs MYTalMsIM M TPUOOpETaTh HOBBIE (DYHKITUU.
WNuBepcun ¥ TPaHCIOKALKUU TAaKXK€ MUMEIOT CBOE 3BOJIIOIIMOHHOE 3HAYEHHUE, TOCKOJIBKY

OHM MOTYT MPUBOJUTh K HU3MEHEHHIO CTPYKTYpbl XPOMOCOM U PEryJIHpOBaHUSA
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OKCTIPECCMU TEHOB. VHBepcum WrparoT BaXHEHIIYIO pOJIb B CO3MaHWH Oapbepa
CTEPWJIBHOCTH MEXJIYy HOBBIMU M CTapbIMU BUJAMH, YTO BJIEUET 3a coOOM mporecc
BUi000pa3oBanusi [46]. PoOepTCOHOBCKME CIMSHHS B CBOK O4Yepelb, TaKKe
COTPOBOXAAIOT TPOIlECC BUAOOOpPA30BaHUS, NPU 3TOM COXPAHSS IUIOJOBUTOCTD
OpPraHU3MOB, HO H3MEHsSS YHUCIO XpoMocoM [46, 47]. DTu CTpyKTypHBIC M3MCHCHHUS
MOTYT BIIUSITh Ha MPOLIECCHl KPOCCUHTOBEPa BO BPEMS KJIIETOYHOTO JEJICHUS, YTO, B CBOIO

o4ucpcab, BHOCUT CYHIGCTBGHHBIﬁ BKJIaJd B pa3H006pa3I/Ie ICHCTUYCCKOT'O MaTcpurala.

1.2 XpomMocoMHbIe HHBEPCHH M UX 3HAYEHHE

[ToBopor Onoka xpomocoMbl Ha 180° compspk€H € TakuM MPOLIECCOM Kak
M3MEHEHUE TMOpSAAKa T€HOB, BKIIOYEHHBIX B HHBEPCHOHHBIA OJIOK M TMOJABICHUEM
pEKOMOMHAIMY ajuleNiel y TeTepOo3uroT. Takue mociaeacTBUs XpOMOCOMHBIX abeppanuii
Jadyd Hayajo JBYM THUIIOTE3aM OTHOCHUTENBHO poOJu HUHBepcuu. OJHa W3 TUIIOTE3
MPEANOaraeT 4To 3alupaHue KPOCCHUHIOBepa OOECIeYMBAET KOHCEPBAIMIO 3alepThIX
BHYTpPHU aJuleNiel, U TIO3BOJISIET UM HACJIeIOBATHCS COBMECTHO, KaK CyNepreH Miu OJoK
KoaJanTUBHBIX ayieneit [48, 49]. [To3aHee Takoit 610K ObUT Ha3BaH «OCTPOBOM BHIOBO
nauseprerimny [50]. Oxnako, emé B 90-bie ros! mpodeccop B. H. Crernuit npusoani B
cBOell MoHorpaduu apryMeHThl MPOTUB JAHHOW THUMOTE3bl, OMUPASCh HA P
UCCIIC/IOBaHUI ¥ Ha3bBas €€ «ucKioueHneM u3 mpaBw»y [9]. Bropas runoresa
paccMaTpUBAET MHBEPCUIO KaK PETYISITOPHYIO MyTalUIO, IPYU KOTOPOU I'€Hbl U3MEHSIOT
CBOE MOJIOKEHUE, HauMHasi (PyHKIIMOHUPOBATh MO-HOBOMY. [locie mepecTporKH T'eHbl
MOTYT WHAKTUBHPOBATHCS TMOJHOCTHIO WJIM YAaCTUYHO, HU3MEHsSS CBOM YpPOBEHBb
skcnpeccuu [51]. I'MaBHBIM TPUMEPOM MOAABICHHS PEKOMOMHAIIMH MOXET CUHUTATHCS
OIMH W3 BAXHEHIIMX 3BOJIOLMOHHBIX MpPOLEcCOB — AuddepeHuuanus MoJ0BIX

XPOMOCOM TYTEM IOCIIEI0BATEILHBIX HHBEpcui [52].

1.2.1 NHBepcuM Kak KOAJANTUBHBIN 0JIOK ajuiesie (Cyneprex)

W3BectHblii TeHeTuk u  3HTOMOJOr Deomocuit  J{oOpxKaHCKUN  SBISIICS

CTOPOHHHKOM THIIOTC3bI «CYIICPICHA», KOTOPYIO OH IMOAJACPKAI B CCPCANHC ITPOIIIIOTO
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BEKa, a 3aTeM CaMOCTOSITEILHO CHOPMYIHPOBAI U TPEIIOKII MTOHATHE cynieprena. Ero
dopmynupoBka 3Bydana kak: «KoamanmTupoBaHHbIE KOMOWHAIIMM HECKOJBKUX WIH
MHO)KECTBAa T€HOB, 3allepPThIX BHYTPH WHBEPTHPOBAHHOTO Yy4YacCTKa XPOMOCOMEI,
HaCJIe[yeMbIX TaKUM 00pa3oM, Kak 1eiocTHas equHuiay [53]. Ero uccienoBanus B TOT
NIEpUO/I TIOJITBEPAUIN COOCTBEHHBIC yOCKICHHUS, TIOKAa3bIBasl, KaK MHBEPCUH (DOPMHUPYIOT
KOAJIalITUBHBIE KOMIUIEKCHI T€HOB, CIIOCOOHBIC MPUCIOCAOIMBATHCS K OMPEICIIEHHBIM
YCIOBUSAM OKpyXxaroiei cpeasl [54]. JloOp:kaHCKUIT UCIONIBb30Bajl CKPEUIMBAHUE MYX,
MIOJTyYEHHBIX M3 3KOJOTUYECKH U TeorpaduuecKu OTIAIEHHBIX paiioHOB. B pe3ynbpraTe
OH BBISIBIJI, YTO IPEUMYIIECTBO TETEPO3UTOT COXPAHSIIOCH TIPU CKPEIIMBAHUY JIMHUH U3
OJTHOTO paifoHa, HO YTPAuMBAJIOCh TPU CKPEIIUBAHUHU W3 OTHAJIEHHBIX PETHOHOB. JTO
CBHUJICTEJIECTBOBAJIO O TOM, YTO KoaaanTaius 3QQeKTHBHA TOJIBKO B paMKaX KOHKPETHBIX
TCHETUYCCKUX KOMIUICKCOB M IT0J] KOHKPETHBIMH 3KOJIOTHYCCKUMU YCIOBUSMH, YTO, B
CBOIO OYEPE/Ib, CIIOCOOCTBYET MPUCIIOCOOTIEHHUIO OCOOEH.

Mogens  Bup0OOpa3oBaHUS TYTEM  PACXOXKICHHS  «OCTPOBOB  BHIIOBOH
JTUBEPTEHITUIY TOJICP)KUBAIOT PE3yJIbTaThl HCCICAOBAHUS MAJSIPHMHBIX KOMapOB
Anopheles u3 komiuiekca Gambiae. JlaHHBIM KOMILICKC BKJIFOYACT B CeOSl HECKOJIBKO
BUJIOB, KOTOPBIC pAa3JIUYAIOTCSA JIMIIb TCHETUYECKH OTPAHHMYCHHBIMH OO0JIACTSIMHU
TCHOMOB, KOTOpPBIE MOXXHO TIO-HACTOSIIEMY Ha3BaTh OCTPOBKAMH BHI000pa30BaHUSI.
CuMnaTpu4ecKkue BUIbIl COBMECTHO OOMTAIOT HA OJTHOU TEPPUTOPHH, TIPEUMYIIICCTBEHHO
HE CKpEIIUBAsCh IPYT C APYrOM, XOTS M3pelKa U MOTYT JaBaTh TMOPUIHBIX TOTOMKOB.
HccnenoBanus MX TEHOMOB TO3BOJIWIIM MOHATH, YTO OOJIACTH BHJIOBOUM JTMBEPTCHIINU
PaCIIOJIOKEHBI B IPUIIEHTPOMEPHON 00JIaCTH TTOJIOBOM XPOMOCOMBI X, @ TAKXKE B JICBBIX
wieyax 2 u 3 ayrocomsl [55, 56]. DKCHEpUMEHTHI 1O CKPEIMBAHNIO, CCKBEHUPOBAHUE
TIOCJICTYFOIIUI aHATU3 TOKA3aJIH, YTO TeHBI, BXOSIIUE B IPUIICHTPOMEPHYIO 00J1acTh X-
XPOMOCOMBI, CBSI3aHBI C PENPOAYKTUBHON U30JIALUN M aCCOPTATUBHBIM CKPEIIUBAHHUEM,
YTO MOXET OBITh CBSI3aHO C MEXaHU3MOM BH1000pa3oBanus [57].

OnHolt u3 hopM aanTaii MOKHO CYMTATh CIIOCOOHOCTh MUMUKPUPOBATH. Takas
CIIOCOOHOCTHL OblIIa OOHapykeHa y Tponmdeckux 0adbouex Heliconius numata Cramer,
1780 [58]. ¥ aToro BuIa B HEKOTOPHIX MOMYJISIHSIX COBMECTHO OOUTAET A0 ceMH (Hopm,

Kaxaas U3 KOTOPBIX MHUMHUKPUPYET IIOA 0abouek COOTBCTCTBYIOIIHX HpC,Z[CTaBI/ITeJIeﬁ
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cemeiictBa Melinaea. 3a Trakyro 0COOEHHOCTD Y JaHHBIX 0a00YeK OTBEYAST CYIEPTeHHBIH
JOKyC «P», KOTOpBI KOHTPOJHMPYET paszinyHblie MoAuUKAUK y30pa U (HOPMBI
KpblIbeB. [1o moacuéram uccienoBaresnei, 10kyc 3anumaet npumepHo 400 ThiC. . H. U
COJICP)KUT B cebOe HE MEHee BOCEMHAILATH TeHOB. [l0OOHBIN TEHHBIM KOMILIEKC
MO3BOJISIET CO37aTh CBOM YHHMKAJbHBIM alanTUBHBIA (PEHOTHIN IJisi KaXXIOro IMOABUIA
6a0ouek, uYTO B JaJbHEUIIEM MOXET NPHUBECTH K AUBEPreHIMH JTHX (opM H
BUI000pa30BaHUIO, B LIEJIOM.

CynepreHHblii KOMIUIEKC OestoropsioBoro BopoOwst Zonotrichia albicollis Gmelin,
1789 ctan 06beKTOM BHUMaHMS MCCIIE0BaTENeH Onarogaps BHYIIUTEIBHBIM pa3MepaM
aTOoro Komruiekca [59]. DTOT Bu SBISIETCS OMHOM U3 KITFOUEBBIX MOJICIICH [Tl M3YUYCHUS
CIICTJICHHBIX T'€HOB CpPEIM NTHUIl HaYMHAs CO BTOPOM cepeluHbl mporuioro Beka [60].
CoBMecTHBIC HCCIEIOBAHUS PA3TUYHBIX HAYYHBIX TPYMIN BBISIBIIINA, YTO OEIOTOPIIBIMA
BOpoOel umeeT (eHOTUITUYECKUN MOTUMOP(PU3M, CBSI3aHHBIN C TUTAHTCKOW MHBEpPCUEH
B XpoMocoMe 2. DTa WHBEpCHs, O0pa30BaBIIAsCi B XOJAE DBOJIONWU MpPHUBENA K
(OpMUPOBAaHHIO CYNEPreHHOr0 KOMILJIEKCAa, BKJIOYAIOUIEro Oosee ThICSYU T'EHOB,
CBSI3aHHBIX HE TOJBKO C OKPAcKOMl ONEepeHHs, HO TAaKXKE C COL[MAJIbHBIM MOBEJICHUEM U
penpoayKTUBHO# cTpaterueii [59, 61, 62]. KittoueBoii 0COOCHHOCTBIO SIBISICTCST HATUYNE
OTPULIATETILHOTO AaCCOPTATMBHOTO CHApUBaHUsA BHYTPUM BHAA, T. €. Kaxias
CIapuBaroIascs mapa MMeeT OJHy 0coOb ¢ MHBEpCHUEH, a BTopyto 0e3. Tak, mogoOHbIN
MOIUMOP(U3M SBIISIETCS TEM PEIKUM ClydaeM, KOTJla He HECET Mo co00M aganTUBHOM
ponu. MHBepcust o0yciaBiuBaeT B MOMYJSLMM HAJIMYUE JIBYX MOJEIEH COIMAIbHOTO
MOBEJICHUS: «arPECCUBHBIX, KOHKYPUPYIOLIUX» U «3a00TIMBBIX, OXpaHsomux» [59, 61,
63, 62]. PesympTaThl NOKa3bIBAIOT, YTO OCOOM C OOCHUMH CTpATErHsIMH YCIEITHO
Y)KUBAIOTCS M UMCIOT PEPOIyKTHBHBIN ycniex [64, 65]. MccnenoBarenu moyararor, 4to
nogoOHasi mepecTpoiika OoJbllle MOXOXKa HE Ha aJanTalHio K Cpele, a Ha MpoIlecc

3apOXKICHHUS HOBBIX MOJIOBBIX XpoMocoM [66, 67].

1.2.2 UHBepcuu Kak peryJjsirTopHbie MyTallUH
M3meHeHne mopsaka Te€HOB B PE3yJbTaT€ MHBEPCHOHHOW NEPECTPOMKU MOKET

3aKOHOMECPHO IIPUBCCTHU K UBMCHCHUIO PCTYIIALIMU 3TUX CaAMbBIX I'CHOB. Takoe n3MeHeHune
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CTasIo u3BeCTHHIM B 30-X rojgax moj HazBaHueM «DPQPEeKT MOI0KEHHUS TeHOB». DPPexT
M0JIOKEHUS TeHOB ObLT OTKPBIT A. CTépTreBanToM B 1925 roay B pabote Ha apo3oduiie,
a criycts noutu 10 jet, moaTBepkAEH oTeuecTBeHHBIMH yuéHbIMH H. 1. JlyOMHUHBIM 1
b. H. Cunopoeim [51, 68]. CrépreBaHT OOHAapYXKWJI, YTO B XOJ€ HEPABHOTO
KPOCCHHTOBEpa 00a MYTaHTHBIX aJljiesisi reHa Bar okaszanuck B 0IHOH XpoOMOCOME, 4TO
OKa3aJI0 3HAYMMOE BIIMSHHE Ha MPOSIBICHUE MYTaHTHOTO (DEHOTHUIIA, IO CPABHEHUIO C
TeM, KakK €cJii Obl aJIJIeNI OKa3aIiCh B pa3HbIX romosiorax. Mccnegoanus Jlyoununa u
Cunoposa B 1934 roay, nmpoBeaéHHBIC Ha JIp0o30(uiie, TakKKe SBJISIOTCS KIFOYEBHIMU B
noHMMaHuH dPdexTa nojoxeHust reHa. OHu 0OHapy i, 4To TeH Cubitus interruptus
(cl), HaxomsmMiics B pailOHE MNPHUIICHTPOMEPHOTO TE€TEPOXPOMATHHA MPOIOJIKAI
(GYHKIIMOHUPOBATh HOPMAJIBHO J0 TEX MOP, ITOKA HE IEPEMECTUIICS B OJIMH U3 PaiOHOB
dyXpoMaThHa W HE ObUT MHAKTUBUPOBAaH. B nalbHEHIIEM 5TO OTKPHITHE Ha3BaIH
s dexrom JlyonHMHA U OCTIeAYIOMKE PAaOOTHl YIIOMUHAIOTCS C UCTIOJIb30BAHUEM 3TOTO
TepMuHa. BmuioTe 10 koHI@ 90-X To/10B BBIXOJIWIN Pa3IUYHbIC PaOOTHI MO U3YYEHUIO
s dexra MoNOKEHUS] TeHa, Tae OOHAPYKUBAIMCH HOBBIE OCOOCHHOCTH W YCIOBUS
WHAKTUBAI[MM TE€HOB B 3aBUCHMOCTH OT XPOMOCOMHBIX TMEPECTPOCK (M HE TOJIBKO
WHBEPCHI ) MJTH HOHHU3UpYIoIiero ooaydenus [69, 70, 71, 72, 73, 74]. HauGobIree yucio
paboT mocBAlIeHO Mo3audHOMY HhdexTy mojoxkenus - 3Ppdekry, mpu KOTOPOM
WHAKTUBAIIUSl TEHOB MPOUCXOAUT JIUIIb B YaCTH KJIETOK, CXOJHBIX MO0 MOP(OJIOTHH, a B
OCTAJIBHBIX OCTAIOTCS HOPMAJIbHO (DYHKIIMOHUPYIOIIUE FE€HBI. 3a TOCIeIHuE 25 JeT 3Ta
TUTOTE3a HE TOJIyYria JaIbHEHUIIeH TOIIEPKKU CO CTOPOHBI HAYYHOTO OOJIBIITHMHCTBA;

COBPEMEHHBIX UCCIICOBaHUM HE OBLIIO HalACHO.

1.2.3 UuBepcuM Kak MeXaHU3M I0JI0BOro JumMopdusma

HccenmenoBanns HA XpOMOCOMAax YeJOBEKA M OTKPBITHE «ABOJIFOLUOHHBIX CIOEB»
(WM o-IpyroMy «CTpaT») MOKa3bIBAIOT BO3MOXKHYIO KapTHUHY JUBEPIEHIIMH ITOJOBBIX
xpomocoM [52]. B cBoém uccnenoBannu Jlan u [Teimx mpeacTapisioT UACIO, YTO YEThIPE
IBOJIIOIMOHHBIX CJI0SI 00Pa30BajIMCh, BEPOSTHO, B XOJI€ XPOMOCOMHBIX MHBepcHil [75].
JletanpHOE KapTUPOBAaHUE X U Y XPOMOCOM MO3BOJIUIIO BBISIBUTD, YTO NIEPBAsi UHBEPCHUS

3amyctuna auddepeHnnanuo Mexay X- U Y-XpOMOCOMaMd W OJHOBPEMEHHO
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chopmupoBana TEPBYIO CTpary. [eHbI, pacloyioXEHHbIE B 3TOW TEPBOM cCTparte,
NPOCTHPAIOTCA TI0 BCEH JUIMHE JIMHHOTO TIUieda X, SBISIIOTCA HamOoliee
KOHCEpBATUBHBIMH M MOTYT OBITh TMPOCICKEHb Yy JAPYTHX TIO3BOHOYHBIX C
MUHUMAJIBHBIMU W3MeHeHussMU [76, 77]. UccnenoBatenu Jlan u Ilefipk yTBEpKIaIoT,
9TO WX MaTEeMaTHYECKHE PE3yNIbTaThl YKa3bIBAIOT Ha TOJIABJICHUEC PEKOMOMHAIIMH YXKE
MocJje NMEepPBOM MHBEPCHM M YCHIICHHE C KaxkJ0M mocieayromieil. OHU mojarator, 4To
WHBEPCHUH, BEPOATHO, JOJHKHBI OBUTH MPOUCXOIUTH HA Y XPOMOCOME, TaK KaK UMEHHO
TaM OOHApYXWINCh TEpeMelIaHHble clou. JlaHHbIe, YyKa3bIBaIOUIME HA TPaHHIIBI
MICEeBI0AYTOCOMHBIX oOjacTeit B X- m Y-XpoMOcoMax, MOJIIEPKUBAIOT ATy THIOTE3Y.
[IpokcuManpHas TpaHUIlA ATOTO PETHOHA HAa X 3aKaHUYUBACTCS] HETIOBPEKIEHHBIM F€HOM,
B TO BpeMs Kak Ha Y 3TOT I'eH oKa3ajcs pa3opsaH [78].

[lepeneHTpruecKie WHBEPCHUU SBJSIOTCS OJHUM M3 HMHCTPYMEHTOB  ITOJI-
cnenupuyHoi nuddepeHnuanur y HeKOTOphIX peio, HarpumMep, y Hoplias malabaricus
Bloch, 1794. Ha sto yka3siBaeT uccienoBanue Posa P. u coaBTopoB [79]. B cBoeii pabote
UCclieioBaTeu OOHAPYKWJIM HW3MEHEHUE KOHCTUTYTHBHOTO TE€TepOXpoMaTHHA U
pationoB 18S JIHK B Y-xpomocome y pbi6. IlomaBinenue pexoMOMHAIIMK B TPOTO-
MOJIOBBIX XPOMOCOMaXxX IOCPEICTBOM WHBEPCUN — SIBISICTCS HEOOXOIWMBIM IIIaroM Ha
MYTH K [IATOJIOTUYESCKUM Pa3JIUYUsIM TOJOBBIX XpoMocoMm [79].

HUccnenoBanne, TmPOBEAEHHOE TPYINIOA HMHIO-AMEPUKAHCKUX YUYE€HBIX Ha
0aboukax-nmapycHukax Papilio polytes Linnaeus, 1758 [80], mpencraBiaseTr mpumep
BIUSHUS XPOMOCOMHBIX WHBEPCHM Ha (OPMHUPOBAHUE MHUMHUKPHH U TIOJIOBOTO
auMop(du3Ma B €CTECTBEHHBIX YCIOBHUSAX. Bua 3Toi 06a00YKH BBIACISICTCS YETHIPHMS
dbopmamu, oOIAMAIONIUMU MHUMHUKpPUEH. YHUKAIbHYIO CIIOCOOHOCTh K MHUMHKPUHU
0OHapy>KUBAIOT TOJIbKO CaMKH, KOTOPBIE XapaKTEpU3YIOTCS OCOOBIM PHCYHKOM Ha
KpbUTbsX. CaMIlel BceX (hOpM MMEIOT OJMHAKOBBIN y30p. MccnenoBanue BBISBHIIO, YTO
TCHETHYECKUH JIOKYC, OTBETCTBCHHBIA 32 MUMHUKPHIO, OXBaThIBaeT Bcero 30 ThICSY map
HYKJICOTHJIOB M BKJIIOYaeT B ceOs maTh reHoB. Oaumu u3 3tux reHos, doublesex (dsx),
ydacTByeT B ()OPMHPOBAHHMH IIOJIOBOTO AWMMOpHU3Ma y HaceKoMmbIX. MHBepcust dsxX
COJICHCTBYET T'€HETHUYECKOMY pa3HooOpasuio, (Gopmupys pa3nuyHble KOMOWHAIMH

IBE€TOB MU PUCYHKOB Ha KPbLIbiX. HpI/I ,Z[&JIBHCﬁHIPIX HCCIICAOBAHHUAX OTOI'O IrcHa OBLIO
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YCTaHOBJICHO, YTO OH IOJABEP)KEH MHOXKCCTBEHHBIM HYKJICOTHIHBIM 3aMeHaM. boiee
TOTO, 3TH TMOJUMOP(PHU3MBI CICIICHBI C XPOMOCOMHON HWHBEpCHEH, 4TO pa3jieiseT
(CHOTUIMHUYECKUE OCOOCHHOCTH CAaMOK U CaMI[OB, BBIJICIISISI MUMUKPHUPYIOLTHE (HOPMBI OT
OOBIYHBIX.

JIBe dopMbI eBpoIeHcKoro KykypysHoro MoTelibka Ostrinia nubilalis Hiibner,
1796 paznmuuarotcst MeXIy coO0l HECKOJIBKUMU OCHOBHBIMU T'€HAaMU, OTBETCTBEHHBIMH
3a TPOU3BOJCTBO JKCHCKMX (EPOMOHOB, a TaKXKe pACIO3HABAHUE MYIKCKUX
MOBEJICHUECKUX peakiuii. Mopdoaoruuecku ¢GopMbl HEOTIMYUMBI, OJHAKO MPH
UCIOJIb30BAHUN TCHETUYCCKMX IIOAXOM0B OBUT BBISIBIIEH YYaCTOK C IIOAaBICHHOM

peKOMOMHAIIMEH MyTEM HHBEPCUOHHOM MEPECTPOIKH, ClICIUICHHBIH ¢ mojiom [81, 82].

1.2.4 NuBepcum KaK ABUIraTe/ b BUA000pa30BaHUA

XpPOMOCOMHBIC TIEPECTPOMKH THIIA MHBEPCHH COMPOBOXKIAAIOT TAKOW BaXKHBIN
HBOJIIOIMOHHBIN MPOIIECC KaK BUA00Opa3oBanue. IHBEpCHHU UTPAIOT BaXKHEHIITYIO POJIb B
CO3JIaHUH PEMPOAYKTUBHOIO Oapbepa MEXIY YXKe CYIIECTBYIOIIMMH BHIAMH M BHOBb
oOpasoBaBiIMMHuCA. Tak, Hampumep, MPOILECC BUA000pa30BaHUSA y MBIIICH poja
Peromyscus mpoucxoama myTéM (HUKCAIUU MEPUIICHTPUUECKAX HHBEPCHH. ITO
JIeMOHCTpHUpYeT OemoHoras MbItb (Peromyscus eremicus Baird, 1858), y kotopoii Bce 48
XpOMOCOM JIBYyILUIEUHE, B TO BpeMs Kak y e€ pojactBeHHoro Buma (Peromyscus boylii
Baird, 1858) Ttonpko 40 u3 48 xpomocom apyiuieune [83]. B pesynbraTe MeKBHIOBBIC
rHOPH/IBI OKA3bIBAIOTCS MOJHOCTHIO CTEPHIILHBIMU, H3-32 00pa30BaHMs AUIEHTPUICCKUX
Y aKPOIICHTPUYECKUX (parMeHTOB [46].

Wccnenosanus, nposenaéunsie ®. I'. Jloopxkanckum nHa D. pseudoobscura
MOKAa3alld, YTO FE€TEPO3UTOTHI IO MHBEPCHUSIM UMEIOT MOBBIIIEHHYIO KH3HECIIOCOOHOCTh
0 CpaBHEHHIO ¢ romo3uroramu. OIlieHKa pPa3IUYHBIX IOKa3aTelell BBDKHBACMOCTH,
UCXOJIS U3 PE3YJIbTATOB IKCIIEPUMEHTOB, OJHO3HAYHO 3TO MoaTBepkaaet [84, 85, 86].

CBs3b MEXIy IIOJOBBIM OTOOPOM W HMHBEPCHOHHBIM  MOJIUMOP(HU3MOM
nemMoHcTpupyet padora bpaunua u Koped-Canrubaneca [87]. Pabora mpoBoamiacey Ha
Drosophila pavani Brncic, 1957 Bune, oouratoniem B KOxxHoit Amepuke. [Ipu n3yuennu

aKTUBHOCTU MYX BO BpeMsl cliapuBaHUs ObUIM OOHAPY>KEHBI CIEAYIOIIUE PE3YNbTAThI:
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JIOJISI TETEPO3UTOTHBIX CaMLIOB, CIIAPUBAIOIINXCS B IIEPBbIE MUHYTHI ITOCIIE MTOACATKHA UX
K caMKaM, OblIa 3HAYUTEJIbHO BBIIIE CPEAHETO 3HAUCHUS IJisl nonysaiuuu. [lomyueHHbie
pe3yNbTaThl CBUAETEIBCTBYIOT O TOM, YTO M MPH IMOJOBOM OTOOpPE T'e€TepO3UTOTHOCTH
UrpaeT HEMaJOBaXXHYIO poib. Oco0siM, MUMEIOMIMM TE€TEPO3UTOTHBIA KapHOTHUII, B
npupoje otnaércsa Oobliiee NPenoYTeHHEe, U KaK CIeJCTBUE BhIIIE IIAHC HA Nepeaady
CBOMX T€HOB, 4YTO SBJIAETCS OJHUM U3 BaXHEHIMX (DAKTOPOB MOAAEPKAHUSL
MHBEPCUOHHOTO MOJIUMOp(]HU3Ma B PUPO/IE.

M3paunbckuil yu€Hblii OBHatap HeBO COBMECTHO ¢ KOJUIETaMH IPOBOIUI
MHOKECTBO HccienoBaHuii B 20M Beke Ha TeMy XPOMOCOMHOTO BHA000pa30BaHMUSI.
M3ydenue mMpoMCXOAMIO HAa TPEACTaBUTENIAX poja MajbiXx ciemnbimei Nannospalax.
[IpencraBuTeneit poga MOKHO pa3IeauTh HA TPU BUA, a BUJBI B CBOIO OYEPEb, IEIATCS
Ha MHOXKECTBO XPOMOCOMHBIX pPac, 4€M M MPHUBJIECKAIOT YYEHBIX-IBOJIOLHOHKUCTOB.
Kaxnas paca xapakrtepusyercs CBOUM JIUIUJIOMIHBIM HAOOPOM, KOTOPBIM MOXET
BapbUPOBATHLCSA OT MUHUMAIBHOTO 2n = 38 710 2n = 62. Pe3ynpTaTOM dTHX UCCIICIOBAHNN
CTajla THUIOTE3a O PaCIIMPEHUH apeana CICNnblled MOYyTEM IOCJIeA0BATEIbHBIX
XPOMOCOMHBIX TpeoOpa3oBanuii [88]. HeBo mpeamonaraer, 4Tto 1Mo Mepe pacceleHHs
CJenbIed U U3BMEHEHUI YCIOBUI OOUTAaHMS, YBEIMUUBAJICSA TUILIOUIHBIN HAOoop. Camo
yBEJIIMYEHHE XPOMOCOMHOrOo Habopa MpPOUCXOAWUJIO, MPEUMYLIECTBEHHO, IYTEM
pacIIEIUICHUs] OJHOW METALlCHTPUYECKOM XPOMOCOMBI Ha JIBE AKPOLIEHTPUUYECKHE C
MOCHEAYIOUIUMHA CEPUSIMU NEPULEHTPUUECKUX WUHBEPCUA U CMEIIEHHEM LEHTPOMEPHI
TakuM o00pa3oM, 4YTO W3 HOBOTO AaKpOIICHTPUKA TIOJydajach BHOBH JBYIUICYAs
xpomocoMa. B cBoeli Teopun HeBO neMOHCTpHUpyeT Kak KOPPEIUPYET YBEIUYECHUE
OTJIMYUNA OT UCXOAHOrO MecTa oOuTaHus (T.€. YBEIMUEHUE CTPECCOBBIX YCIIOBUH) C
pOCTOM UILIONIHOTO Habopa. MccnenoBanus 1eMOHCTPUPOBAIIUCH B Iipeaenax U3panns
C YETBIPbMS XPOMOCOMHBIMU pacamu. Kaxnas u3 HMX KUBET B CBOEM KIMMATE: OT
BJIQYKHOTO M XOJOJIHOTO (2n = 52), no xapkoro u cyxoro (2n = 60). Koppensauus Mexy
2n ¥ ypoOBHEM apUJHOCTU apeajia Obula JoKa3zaHa matemaTudecku. OJHaKO B IPyrou
pabote Hero Ha Tepputopum toxHOU Typruu moxoxeil 4€TKoW 3aKOHOMEPHOCTEU He
OOHapyXHJIOCh, XOTS TaM oOOWUTad TOT K€ BHUIA. ABTOpPHl CBSI3aU 3TO C

HPEANOIOKUTEIBHO JPYTroit MOJIebio BUI000pa3oBanus [89].
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Pabora, mnpoBeaHHas wuccienoBaTeNsMU W3 UHMKAarckoro yHHBEpPCUTETA,
MOATBEPXKAAaET BaXHYI pOJIb HMHBEpCUH B BupooOpaszoBanum y wnrui [90].
CBuzerenbcTBa TOTO, YTO y NTHIL MHBEPCUU Oo0Jiee pacnpoCTpaHEHbl y MTHUI[ IO
CpaBHEHHIO C APYTUMH XPOMOCOMHBIMHE TiepecTpoiikamu [91], a Takke WX BIUSHHE Ha
BUJI000pa30BaHue, MOAEPKUBAET UJICI0, UYTO CTPYKTYPHbIE N3MEHEHUSI B TEHOME MOTYT
UrpaTh KIIOYEBYIO pOJIb B SBOMIONMHA. BHHMaHMe yYEHBIX MPHUBICKINA KPYITHbBIE
nepeLeHTpuyeckue nuBepcun cpeau 411 BumoB BopoOsuHO0OpasHbIX. [Ipn HanoxeHuu
Ha HBOJIIOLIMOHHOE JIEPEBO OOHAPY’KUJIACh 3HAYUTENbHAs BaApUaOEIbHOCTh B CKOPOCTH
(uKcaly MHBEPCHl: y HEKOTOPBIX BHUJIOB 3a MOCIEAHUE 28 MUJUIMOHOB JIET HE OBLIO
3a()UKCUPOBAHO HU OJHON HMHBEPCHUHU, B TO BpeMs KaK Yy APYTrUX BUJOB HWHBEPCHUU
¢ukcupoBamucy kaxaple 200-500 Teicsa geT. JIOMOTHUTENBHBIA CTAaTHCTHYCCKUI
aHanmu3 B poxy 3enenymek (Chloris) BeissBHiI, yTO MHBepcHH 4Yaile (DUKCUPYIOTCS Y
CUMIIATPUUYECKUX BUI0B, KOTOPbIE TMOO CIOCOOHBI K THOPUIM3aLlMU B HACTOSLIEE BPEMS,
au00 TPOSBISUIA TaKyl0 CIOCOOHOCT, B HemaBHeM mponuioM. Ilommmo 3ToTO,
UCCJIEJOBAaHUE MOATBEPAMIIO MOBBIIICHHYIO YacTOTy (PUKCAIlMM MHBEPCUN Ha MOJOBOU
xpomocome Z. BaxHO OTMETUTb, 4YTO IUIOIIAJb apeajioB BHJOB HE OKa3blBaja
MOJIOKUTEIHHOTO BIMSHUSA Ha KOJIWYECTBO 3a()MKCUPOBAHHBIX MHBEPCUH, B OTIMUNE OT
TPEANOI0KEHUH aBTOPOB MPEAbIAYIINX UccieaoBanni [92].

XPpOMOCOMHBIE MHBEPCHUU OKa3bIBAIOT 3HAUNTEIHHOE BIUSHUE HA DBOJIOIMOHHBIC
npoleccel. biaromapsi MMpoOKOMy CIEKTPYy HNPUMEPOB MOKHO YBUACTh, KaK MMEHHO
MHBEPCUM BHOCST CBOM BKJIaJ: CO3JAIOT OJOKH KOAQJANTHUBHBIX aJIENEeH, peryiupyroT
paboTy TeHOB TpU MEepeHOce, BHICTYMAIOT MapKepamu mojoBoro auMmopdusma. Kpome
TOT0, UHBEPCUU HUTIPAIOT KIIOYEBYIO POJb B Ipoliecce BHUI000pa30BaHHUsA, CO37aBast

PETIPOAYKTUBHEIC 6apbep51 N TCHCTUYCCKYIO U30JIAINIO MCKAY IMOIMYJIALIUAMU.

1.3 X-xpomocoma: poJib B IBOJTIOIHH 3YKAPHOT

1.3.1 ITos10BBIE XPOMOCOMBI M ONIPe/IeJIeHHE M0JIa Y S KHBOTHBIX

buonornyeckuii mos opraHu3ma OmnpecaciCTCAd COBOKYITHOCTBHO I'CHCTUYCCKHUX,

MeTaboIuecKux 1 MOPPOyHKIIMOHAIBHBIX XapaKTEPUCTUK, KOTOPbIE MOTYT OTIHYUTh
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€ro OT MPEACTAaBUTENEH APYroro OMOJIOTUYECKOTO IMOJIa CBOETO e BHUJA. TakxkKe Mo
OMpeJeNsieT PoJib 3TOr0 OpraHu3Ma NpH Iepefadye TeHeTHYeckol uHdopmanuu u3
OJIHOTO ToKoJIeHUd B pyroe. [lojgoBoe pasMHOXKeHHE 00ecTieunBaeT MPEeMCTBEHHOCTh
HaCJIEJACTBEHHOW HMH(OpManuu OT poauTened moToMkam. [[aHHBIM TUI pa3MHOXKEHUS
nojipazyMeBaeT oOpa3oBaHME MOJIOBBIX KIETOK (TaMeT), HECYIIMX JIMIIb TOJIOBUHY
reHeTuyeckoit nupopmanuu. CausiHIe MY>KCKHX U JKEHCKHUX raMeT AaéT Ha4ajo HOBOMY
opraHu3my. bBOJBIIMHCTBO OpraHM3MoB  OOJIAAIOT CHUCTEMOW  MEPEKIIOYCHUS
IporpaMMBbl pa3BUTHs SMOpHOHA. 13 3UroTel MOKeT 00pa30BaThCs KakK pa3/ieabHOIIOIbIHI
opranu3M (My>KCKOW WJTM dKEHCKUM), Tak U 000enoibii (repMadpoaur).

B KOHTEKCTE pa3leNbHONOJIBIX OpPraHW3MOB BBIICISAIOT PA3JIUYHBIC THUIIBI
onpeneneHus mona. Ilos HEKOTOPBIX PENTHIMNA, 3€MHOBOJHBIX W PbHIO 3aBUCUT OT
TEMIIEpaTypbl OKPYKAIOIIEH cpeabl, B TO BpeMsl KaK MIICKOMUTAIOUIUM, MTHLIAM,
HEKOTOPBIM OECII03BOHOYHBIM JKUBOTHBIM CBOMCTBEHHA XPOMOCOMHAs JE€TEPMHUHALIMS
noJia [93, 94]. OHa MOXKeT 3aBHCETh HE TOJBKO OT COCTaBa MOJIOBBIX XPOMOCOM, HO ¥ OT
MX KoJimuecTBa. Tak MOXHO BbIeIUTh Ligeaus-tun u Protenor-tumn onpeaesneHus moiia,
Ha3BaHHbIE MO KWMEHHU BOJSHBIX KJIOMOB, B YbHX XpOMOCOMax M ObUIM 3aMEUEHbI
pazmuwst [37, 95]. Ligeaus-tumn, u3BecTHbIi kak XY (Wi ZW Uil ITULL, PENITHINH, PhIO,
36MHOBOJIHBIX M HEKOTOPBIX HAaCEKOMBIX) — 3TO CHCTEMa, KOTOpas XapaKTepus3yeTcs
HAJIMYMEM JIByX TUIIOB XPOMOCOM, OTJIMYAOIIUXCS APYT OT apyra. [lom-onpenenstomeit
xpoMocoMmoi siBisietcss Y (unum W), HallMuue KOTOPOW OIpeAesseT MY>KCKOW (WUiu
xeHckuii B ciaydae W) mos. Takas cucrema BcTpedaeTcsi y OOJIBITMHCTBA BHJIOB
AKUBOTHBIX. Protenor-tun (wiu cuctema X0), BcTpedaeTcsi Cpeii HEKOTOPhIX HACEKOMBIX
1 4epBer. B 310 cucreme mon onpenensercss KOam4ecTBOM X-XpOMOCOMBI, rjae XX —

9T0 caMkH, a X0 — 9TO caMIIbl.

1.3.2 IlepBu4HOE ¥ MOBTOPHOE BO3HNKHOBEHHE MOJOBBIX XPOMOCOM

Ha ceroansmHuii A€Hb CYMTAETCS, YTO TOJOBBIE XPOMOCOMBI HMPOM3OLUIA OT
ayrocom [96, 97]. Ilpemnonaraercs, 4YTO B HEKOW NPEIKOBON MOIMYJISIIH,
CYLIECTBOBABIIIEH paHee, Bce 0coO0u OblM repMadpOIUTHBIMU, TMOO OMpeeieHre moja

OCYUIECTBJISIOCh B OTBET HA BHELIHUE YCIOBUS OKpY»Karoleu cpeasl (3nuramMHo). Bee
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0CcO0M TIPOM3BOAMIN MYXKCKHE M KEHCKHE TaMeThl, 32 KOTOpble OTBEUYAIM JBa «TEHa-
nepexsrovareiss»: M - OTBETCTBEHHBIN 32 MYXKCKYI0 (DepTHIBHOCTD U f - OTBETCTBEHHBIH
3a xeHckyro. CiayyaliHbIM 00pa3oM MpOM30IIIa HeKas MyTallMs, KOTopas MmpuBena K
PELIECCUBHOM MY>KCKOM CTEpUIILHOCTH, TEM CaMblM OTpPaHUYMB YacTh OCOOEd B
IIPOU3BOJICTBE MYXCKHX THUIOB Tamer. Takue ocoOM HUMEIM XPOMOCOMBI IMPOTO-
&KeHcKoro (mpoto-X) Tturna. B roMosornyHoi XpoMOCOME Takke MPOU30LUIa MyTalus,
KOTOpas MpHBeJia K JOMUHAHTHOM KEHCKOW CTEPHWJIBHOCTHU, TEM CaMbIM 00pa3oBaB
XpOMOCOMY IIPOTO-MY>KCKoro (mpoTo-Y) Tuma. B nocienyromiem npeanonaraeTcs, 4ro B
yuacTke M-f B pesynbTate MHBEpCHH MPOU3OINLIO IMOJABICHHE PEKOMOWHAIIMA MEXITY
nporo-X u mnpoto-Y XpomocoMamu. IlocinenoBaTenbHblE WHBEPCUU W JOpYyTrue
CTPYKTYPHBIE HW3MEHEHHS IIOCTENEHHO YCWIMBAIM OJIOKHUPOBKY KPOCCHHIOBEpA,
pacipoCTpaHsACh IO Bee JimmHe xpoMocoM [97, 98]. DTu mporiecchl, B KOHSYHOM HTOTE,
NPUBEIM K YMEHBIICHUIO W JIerpajandu mnporo-Y xpomocoMbl [99], B TO BpeMs Kak
npoTo-X coxpaHsyia CBOOOJHYIO PEKOMOMHALMIO C TOMOJOTMYHOM XpPOMOCOMOM Yy
TOMOTaMETHOTO TI0JIa, COXPaHssl pa3Mepbl M yKpemisis (yHKIMOHAILHOCTh T€HOB. B
pe3ynbTaTe MosSiBWIACh 000COOJEHHAsi Mapa TOJIOBBIX XPOMOCOM, OTJIWYAIOMIAsCA OT
ayTOCOM U JIpYT OT Apyra o Mop(ojaoruu, cCoctaBy reHOB U pazMepaM. BaxkHO OTMETHUT,
YTO 3BOJIOLMS MOJOBBIX XPOMOCOM Yy Pa3HbIX MPEICTABUTEIEH 3YKaApHOT MIPOUCXOaUIA
U3 pa3HBIX Map ayTocoM M siBjsieTcs HezaBucuMbIM TporieccoM [100] (pucynok 1). B
OOJBIIMHCTBE CIy4yaeB OJIHA M3 JBYX XpOMOCOM SBJsieTCs OOJbIIEro pasMepa u
COJICPKUT MHOXKECTBO (YHKIIMOHAIBHO 3HAYUMBIX TeHOB (X u Z), a BTOpas
IPECTaBIIAET COOON «T€HETUYECKYIO yCTHIHIO» — MAJIEHBKYIO 10 Pa3Mepy XpOMOCOMY,
Haceiennyo JJHK-nosropamu (Y u W) [101].

[TooBBIE XPOMOCOMBI JIpO30(UIIbI, BEPOATHO, SIBISIOTCS Hanboliee N3y4YeHHBIMU
Cpelu BCeX HaceKOMbIX. B KoHTekcTe 00pa3oBaHus TOBTOPHBIX MOJOBBIX XPOMOCOM, TaK
Ha3bIBAEMbIX HEO-TIOJIOBBIX XPOMOCOM, HEPEJKO pacCMaTPUBAIOT MPECTaBUTENEH pojaa
Drosophila. Heo-1io10BbIe XpOMOCOMBI SIBJISIFOTCS PE3yJIETATOM COBMECTHOM BOJIIOLIUU
ayTOCOM H MOJIOBBIX XPOMOCOM, COIPOBOXKIAIOILIEHCS nepecTporkamu. M3BecTHO, 4TO
TEHOMBI JPO030(QHUI COCTOSAT M3 IIECTH XPOMOCOMHBIX (MEIEPOBCKUX) AJIEMEHTOB,

BIIOCJICACTBHH HAa3BAHHBLIX IIO (i)aMI/IJ'II/II/I y‘léHOFO, OIIMCAaBUICTO HX. CpC,Z[I/I HUX UMCCTCA
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nate kKpynHeix (A, B, C, D, E) u ogun maneiii (F), kpoMe TOro, y camioB €CTb
JIOTIOJIHUTEIIBHBIN 3JIEMEHT, SKBUBAJIEHTHBIM Y XpoMocome. B yactHocTr, X-Xxpomocoma

D. melanogaster cooTBeTcTBYyeT MEIICPOBCKOMY 3JIEMEHTY A, a Y MpeICTaBiIsIeT COO0M

HH H MTuwbl
ZW

iﬂ H 3meun
ZW

HE MAekonuTaowme
XY

OTJIETIBHO CTOALIYI0 XPOMOCOMY.

AyTOCOMbBI
NPEeAKOBbIX OMHUOT

~260 MAH.AH.

P

~315 MAH.A.H.

Pucynok 1 — He3zaBucrumMoe mpoucxoxkieHue MOJI0BBIX XPOMOCOM Y IITHIL, 3MEH U MIEKOMUTAIOMUX (U3
Vallender and Lahn 2006 ¢ monuduxarusimm)

OmHaKo ¢ TEUYCHHWEM 3BOJIIOIIUMH, BETBb, Beayinas k D. pseudoobscura mprobpena
Heo-X-xpoMocomy, TyTéM chusHus A-snementa (mpeaxkoBoit X) u  D-amemeHta
(ayrocomuoe tutedo 3L) [102]. ITomararor, uTo mapamienbHO 0Opa3oBaBiascs Heo-Y
XpOMOCOMa MOJIHOCTBIO JICTPaNpOBaja. XOTs, €CTh CBUACTEIBCTBA TOTO, YTO 3TO MOXKET
OBITH BCE-TaKu HEO-Y, TaK Kak rOMOJIOrH Imectd Y-renoB D. melanogaster okasamucek
ayrocomubiMu y D. pseudoobscura. OOpatHoe kapThpoBaHHe Y-reHOB TeHOB D.
pseudoobscura mokasanmo ayrocomHoe pacnonokenne y D.melanogaster [103].
[TogoOHBIE pe3ynbTaThl MOATBEPXKAAOT THUIOTE3y O TOM, 4TO B CBOE Bpems y D.
pseudoobscura Y-xpoMocoma 4aCTHYHO CIIMJIACh C ayTOCOMOM TaK ke, Kak 3TO cjeliana
X-xpomocoma.

JanpHeiimme npeoOpa3oBaHus MPOU3OIILIH B X07€ 3BOJIroIMH B inHMU Drosophila
Miranda Dobzhansky, 1935, kotopas otnenuiace ot D. pseudoobscura okosio aByx

MWIJIMOHOB JIeT Hazaa. MeEmiepoBckuid ayTocoMHbld 3nemeHT C  chuica C
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Y -XpOMOCOMO# TakuM 00pa3oM, YTO MOJOBOM HAOOp cTaji BeITIAAETh Kak X1X2Y, rae
X1 1 Y 3T0 Heo-110JI0BbIe XpoMocoMbl [104].

['umoTeTnueckre MOJENU TPEANoaralT, 4YTo aHIecTpalbHas MpoTo-XY mapa
pacnojarajach Ha F-MENIEPOBCKOM 3JI€MEHTE, TOCIEe Yero IBOJIOLUS Pa3BUBANIACh 1O
TpEM TIPEIoIaraéMbIM CIICHAPHUSIMHU, T/Ie B KOHEUHOM CUETe F-351eMeHT yTpaunBaj CBOu
TeHETUYECKUE CBOMCTBA MOJIOBOM XPOMOCOMBI, a A-3JIEMEHT Hao0OpOT, MpruodpeTan u
pasBuBaiics [105] (pucyHok 2). B moap3y 3TOro roBopsT paHHHE MHMTOJOIHMYCCKUE
UCCJICIOBAHUSI, KOTOPBIE IMOKa3bIBalOT, 4TO F-aneMeHT ciut kak ¢ X- Tak U ¢ Y-

xpomocomoii y Drosophila busckii Coquillett, 1901 [106].

npeAKoshlﬁ KapuoTun

9 V4 NBL
7IN 7ix’

» -
1. Mpw TEHWE HOBOT! KT M*), 2. TPAHCNO3MLMSA Y>KE CYLLLECTBYIOLLLETO
opn OSAZGA:OLLLZFOON? iijgﬁ F(I)Opl\OH(O ) SQGKTopo IELM"]YonpgAu-;/\ﬂrolfll.l.etlg 3. CAMAHME NPEAKOBOTO ¥ 1 SASMEHTA A,
P 4 s oﬁpaaoaon—«me HEO-MOAOBBIX XPOMOCTOM
aremeHTe A MYXKCKOM MOA HO SAEMEHTE A

SNVIESVANTAPEANY NP
ZiN|ZEN 7|\ 7\ //W\\

neo-X neo-Y

Prkcauns M* 1 noteps Npeakosoro Y; Aerpaaauns Heo-Y: nossaeHne Sxl;
Aerpaaauma Y; nossaerHne Sxi HepOCXO)KAeHMe F anemerTa

9\ 8/ N\ uu//
7N\ //ﬂ'\\

KapuoTun Drosophila

Pucynoxk 2 — Cuenapuu pa3BuThs OJIOBBIX XpoMocoM y Drosophila (u3 Vicoso and Bachtrog 2013 ¢
MO (PHUKALUSIMHA)
N3BecTHO, YTO 4YellyeKpbulble 00JIaJJal0oT BBICOKOW CTENEHBbI0 KOHCEpBaTHU3Ma

nmoyioBor mapbl ZW, KoTopas ocTaBajach 10 OOJbIIeld YacTh HEU3MEHHOW Ha
npotsbkeHun 6osiee 230 mutH. stet [107]. B To BpeMs Kak y JBYKPBUIBIX HAOIIOAATUCH
JUHAMUYHbIE PEe0OPa30BaHMS U MOSIBJICHUE HEO-TIOJOBBIX XPOMOCOM IO KpailHel mepe

cemb pa3 3a nmocieanune 300 muH. net [108]. [lns pydeitHukoB (Oam3KOMy OTpSIy K
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YeNryeKpbUTbIM) XapakTepHbl caMku Z0, a camiel ZZ. Takoii HaOOp MPUHSTO CUUTATh
aHIECTPAIbHBIM Ccpeau uemyekpbuibix. [Ipennonaraercs, yuto W Xpomocoma Oblia
oOpa3zoBaHa CIUSHHEM Z U ayTOCOMBI, a 3aT€M B HEKOTOPBIX JUHUSAX OblJIa BTOPUYHO
yrpadeHna [109]. Taxxe paccMaTrpuBaeTcsi BApHAHT MMOBTOPHOTO CIUSTHUS W ¥ ayTOCOMBI,
YTO MPUBEJIO0 K XPOMOCOMHOMY Pa3HO00pa3HIo y MpeACcTaBUTENe oTpsiaa.

Harnsgueii  npuMep  AMHAMHAYHOM — 3BOJIIOLIMK  TOJIOBBIX ~ XPOMOCOM
JCMOHCTPHUPYIOT Tpomudeckue poiObl Buga Hoplias malabaricu Bloch, 1794. Bun
M3BECTEH CBOMM KapUOTHIIMYECKUM pazHOOOpa3ueM BHYTPHU MOMYJISAIUM, Oiaromaps
yeMy OBUIO ONMHCaHO MedbIXx ceMb kKapuomopdpoB oT A mo G [110]. CoBpemeHHBIE
UCCJICIOBAHMS TPEJCTABUIM TOJPOOHOE OIKMCAHUE W CXEMY OJBOJIIOIUU TOJOBBIX
xpomocoM kapuo Mopdsl D u3 C [111]. TTo npenacraBienusM aBTopoB, kapuomopda C
MMEET KJIacCHUeCKyro XY cucrtemy, rae 1 X U Y — 3TO METAEHTPUYECKUE XPOMOCOMBI,
a kapuomopda D umeer cuctemy X1X2Y, rome X1 Ttakas xe, kak y Mmopbhsel C, X2
MPEACTABISIET COOOW MAJEHBKYI0 AKpOLUEHTPUYECKYI0 XpOMOCOMYy, a Y sBisSeTcs
TUTAaHTCKOM HEO-Y XpOMOCOMOM, BKITFOUAIOITYIO B ce0s1 1eTuKOM Y OT KapuomMopdsl C u

JIOTIOJTHUTEIBHOE COpa3MepHOE TIedo (PUCYHOK 3).

2
o o
s Q
[}
2
(o]
T
g als als
Q
o X X 20 20 X Y 20 20
C} I 18S rDNA
B 5SHindlIl.-DNA
@ (TTAGGG),
Neo-Y 20 20
2
s @ o3
=
o
2
(o]
T
Q
o X1 X1 X2 X2 X1 Neo-Y X2

Pucynok 3 — INpoucxoxaenue kapuomopdst D ot npenkosoii C (u3 Cioffi and Bertollo 2010 ¢
MoaubuKanusiMu). M3orayras cTpenka UCrob3yercst 11l 0003HaueHUs epeBEPHYTON OpueHTanun Y
HcnonwszoBanue 30708 18S pIHK, 5S HindIII-AHK u TenomepHBIX MOBTOPOB

MO3BOJIMJIO YCTAHOBUTH, UTO B 3BOJIOLMHU 3ajeiicTBoBaHa 20-s mapa ayrocoM mopdsl C.
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Orta nmapa npeacTaBiseT co00l MaJTeHbKHE aKPOIIEHTPHUECKHE XPOMOCOMBI, U3 KOTOPBIX
BIIOCJIEICTBUH M 00pa3oBanack napa X2 mopdsi D. Heo-Y B cBoro ouepenn oOpazoBanach
OT CJIMSIHUS OJTHOM KomuM 20-1 Tapbl M1 MEHBIIIETO IIeya npeakoBoi Y. Bropoe miedo Y
Ob110 MHBEpTUPOBaHO. [l0100HOE HCCeTOBaHNE TOMOTIIO PACIIO3HAThH IBOJIOIIMOHHBII
yTh, BEAYIINI K MHOKECTBEHHON CUCTEME MOJIOBBIX XPOMOCOM.

[TpumepoM crenmMPpUIHOTO BO3HUKHOBEHHSI HEO-TIOJOBBIX XPOMOCOM MOMXKET
nociaykuth cemerictBo Mokpuiy Armadillidiidae. WccnemoBanus mokasaim, dTO
(GeHOTHIMYECKUE caMKK MOKpuIsl oObikHOoBeHHOM (Armadillidium vulgare Latreille,
1804), reHeTHYECKH SIBISIONIAECS CAaMIIAMH, MOTYT SIBJISTHCS CIACACTBHEM HWHTETPAINH
(eMHHU3UpPYIOIIET0 3JeMeHTa f, KOTOpBI BCTpawBaeTcs B JPYTyHO Iapy ayTOCOM,
MHULIMUPYS Tporiecc quddepennmanuu nona. Eme copok siet Ha3zam 00 3TOM rOBOPUIN
(paHITy3CKHE UCCIICIOBATEN, KOTOPBIC MOJIaralid, YTO TOT f-3JIeMEeHT HUYTO MHOE, KaK
¢parmeHT reHoma sHmocuMOuoHTa Wolbachia, uHTerprpoBaHHbI B SACPHBIA TE€HOM
mokpui [112]. UccnenoBanue 2016 roma moarsepamio 40-JIeTHIOIO THIIOTE3Y, YTOYHUB,
yro f-anmeMeHT BcTpamBaeTcs He B W XpOMOCOMYy, a B Tapy ayTOCOM, HHHUIIUUPYS
muddepennmanuio noja. eMUHUZUPYIONTUHN areHT U3 W-XpoMOCOMBI yamsiics, aenas
MOJIOBBIE XPOMOCOMBI TOMOJIOTUYHBIMH M MEHSII CHUCTEMY OINpEIeNICHUs] Ioja Ha
uToIUIa3MaTuieckyto. Ilo3xe ropusonTanbHelil neperoc reaoma Wolbachia B apyryro
Mapy ayTocoM CO3[a€T HOBYHK) T'€HETUYECKH PA3JIMYHYIO MOJOBYIO Mapy, BO3Bpauas
TCHETUYCCKYIO ICTSPMHUHAIIMIO 1T0J1a, KaK IMOKa3aHo Ha pucyHke 4 [113].

MpeAkoBOE XPOMOCOMHOE LUuntonaasmatmyeckoe HoBoe xpomocomHoe
onpeAeAeHue noaa IW onpeAeAeHue Noaa onpeaeAeHune noaa W

MNpurobperteHne doem.
chbakropa Wolbachia

ZIW AA & & Moteps doem. y A
cbakropa = =
Wolbachia A A Z W

PucyHoxk 4 — DBOJIOIMOHHBIN CLIEHApHi 00pa30BaHus HEO-TIOJIOBBIX XpoMocoM y A. Vulgare (u3

Leclercq et al., 2016 ¢ mogudukausmn)



31
1.3.3 IIpoucxo:xnenne, nudpdepeHuANUA 1 Jerpaganns moa-onpeaeasiiomux

XpPOMOCOM

DBOJIIOLMS  MTOJI-OMPENEISIONUX XPOMOCOM M3 MPEAKOBON ayTOCOMHOM Maphbl
MIPEACTABIISIET KIIFOUEBOE COOBITHE B ONIPECIICHUH T10JIa Y MHOTHX BHIOB. Paznenenue Ha
X 1Y XpoMOCOMBI HA4aJIOCh C MOSBJICHUS T€HA HA OJTHON M3 XpOMOCOM, 3aIlyCKaIOIEro
MporpamMMy pas3BUTHS 10 TOMY WJIH WHOMY Tuily. Hampumep, y >KMBOTHBIX C CHCTEMOU
XY Ttakum redom sisiercs SRY (Sex-determining Region Y), 3amyckaroniuii pa3Butue
MYKCKUX TIOJIOBBIX MPU3HAKOB. Y >KMBOTHBIX C CUCTEMOW ZW TaKUM T'€HOM SIBIISIETCS
DMRT1 (Doublesex and mab-3 related transcription factor 1). IlosiBiieHHe Takoro
paznuuus Ha npoTo-Y U mpoTo-W XpoMOcoMax BBI3BAJIO CYNMPECCUI0 PEKOMOWHAIIUU
BOKpYT 3THX 00siacTeil. B cBOro o4epenb, cynpeccus MprBelia K HAKOTJICHUIO MyTalluil 1
CTPYKTYPHBIX HW3MCHCHHH, KOTOpPBIC IIO3BOJWIM XpPOMOCOMaM HadaTh CBOIO
HE3aBHCHUMYIO OT X U Z 3BOJIIOLHIO, COOTBETCTBEHHO [114]

[Tpoucxoxaenue u 3BOMOLUS W-XpOMOCOMBI Y NTHIL ABJISETCS BAXKHOW TEMOU B
9BOJIIOIIMOHHON Ononoruu. HccnenoBanus, nposeAaéuubie Ha kypuie (Gallus gallus
Linnaeus, 1758), nokasano, uyto ux W XpoMOcOoMa 3HAYUTEIbHO JerpaaupoBaya Io
CpaBHEHMIO C Z XpoMocoMou. Kak BBIIBHIIM aBTOpPBI, B X0/€ 3BOJOIMU W XpoMocoMa
noTepsiyia OOJIBIIYI0 YAaCTh CBOMX I'€HOB, U BMECTO HHMX TEMEPbh COJEPKUT MHOKECTBO
MTOBTOPSFOIINXCS TIOCTIE0BATEIIBHOCTEH U TICEBOTEHOB. ABTOPHI PaOOTHI TOJIATat0T, YTO
Ha paHHUX 3Tarax dBOMOIKMH W XpoMocoMa ObliTla TOMOJIOTHYHA Z, OJTHAKO ¢ TCYCHUEM
BPEMEHU MYTAINH U Jpeii( TeHOB MPUBEIH K MOTEepe OONBIIMHCTBA CTPYKTYPHBIX TEHOB
WM K UX 3aMeHe Ha 1iceBoreHsl [114].

Emé onauM npuMepoMm, WIUTIOCTPUPYIOLIAM IMPOLECC MPOUCXOKICHUA Y- U W-
XpOMOCOM MOXeET OBITh paboTa IO M3YYCHHUIO TPEACTABUTEIICH HU3IIMX 3MEH.
[TocnenHue MATHACCAT JIET CYUTAIOCh, YTO BCE 3MEH WMEIOT OIPEICICHHUE I0JIa IO
cucteme ZW u obmiero mpenka [115]. Oguako, 4To KacaeTcs npeacTaBUTEIICH HU3IINX
3Meil, HanpuMep YJaBOB U MHUTOHOB, TO MX CHCTEMa OIpPEICIICHHs 10Jila OCTaBajlach
OTKPBITOH, B BUAY TOMOMOP(HOCTH HX TOJOBBIX XpoMocoM. B HemaBHel paboTe mo
W3YYCHHIO CHICIIM(PUIHON KOPaUIOBOW OKpackHm KopoJieBckux mutToHoB (Python regius

Shaw, 1802) Obu10 moOKa3aHO, YTO MyTallus, ONpEACIAOIIas JaHHBIA THII OKpaca
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HaxXOJIUTCSA B 00EUX TMOJIOBBIX XPOMOCOMAaX M HACJIEAyeTCs 1o cucteMe XY, a He KaK y
BeIcIINX 3Meil mo ZW [116]. JlanbHelme ucclie0BaHUS T€HOMOB HMIIEPATOPCKOTO
ynasa (Boa imperator Daudin, 1803), Turposoro nutona (Python bivittatus Kuhl, 1820),
C TIOCJEIYIONIUM BBIpAaBHMBAHHEM Ha pedepeHC TMPEACTaBUTENS BBICIIMX 3MEH
texacckoro rpemyunuka (Crotalus atrox Baird & Girard, 1853), mnoka3amu

MPUHLIUNNATBHOE PAa3INUYUE B CUCTEMAaX MOJOBBIX XPOMOCOM (PUCYHOK 3).

Anolis
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Pucynok 5 — Pesynprar [P ammnudukanmu cnenupuyHoro Juis camMIioB JIOKYca, a TaKxKe
npeanoiaraeMasi ciateHust ¢ xpomocomamu Anolis (13 Gamble et al. 2017 Leclercq et al., 2016)

JIns muTOHA M yaaBa 3To okaszanach cucrema XY, a Juist rpeMmydHuka ZW, npu 3Tom
CpaBHEHHUE TOHOCOM MEXIy IHTOHOM M TPEMYYHHUKOM ITOKa3aJio pa3iuuus. BbIo
YCTAaHOBJICHO, YTO OHHM BO3HUKIM HE3aBUCMMO W3 pa3HbIX IMap ayTocoMm. 3a
MIPEIOJIOKATEIBHBINA aHIeCTpaIbHBIA BUJ ObuTa B3sATa smiepuiia Anolis carolinensis
Voigt, 1832. Jlas nuToHa M TPEMyYHHKA OBLIO TMOKa3aHO, 4TO MX Y U Z XPOMOCOMBI
npousonud ot 6-ii xpomocombl A. carolinensis, a Y ynaBa ObLI TOMOJOTHYEH
MUKPOXPOMOCOME SIIICPHUIIbI, KOTOpas HasbiBaeTcsi «rpymnmnoi cueruienus f» (linkage
group f). Takum oOpa3om, OBLIO MTOKA3aHO, KaK OJIHA [apa ayTOCOM MOTJIA JIaTh HAYAJIO
pa3HbIM cHCTEeMaM orpeaeacHus moja [117].

IIpouecc Y-mereHepauuu OCTAETCS HE3ABEPIUIEHHBIM Y MJIEKOIIUTAKOIIMX, O YEM

CBUACTCIILCTBYCT HAJIMYUC TOMOJIOTMYHBIX I'CHOB Ha XnY XpOMOCOMAX, a TAKIKC
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COXpaHEHHE TICeBAOAYTOCOMHBIX O0O0JacTeil, I/€ YacTMYHO MPOUCXOJUT MPOIECC
pexkoMOuHauu. W xpoMocoMa ocTaércst o 00JbIIei 4acTu, MEHee IEPEeCTPOSHHOM 10

CpPaBHEHUIO ¢ Z, HO BCE €1lI€ ropas/io MEHBIINX Pa3MEpOB.

1.3.4 lanbHeiimas quddepeHmuanus moJ0BbIX XpOMOCOM U POJIb HHBEPCHI B

ITOM

HanbHeitmass auddepeHnuanys MoJoBOM Mapbl MpUBElIa K pa3HOW CTENeHH
aerpanauuu nos-onpeaensomux xpomocoM (Y u W). MccnenoBarenu 10 cux mop He
MPUILUIA K KOHCEHCYCY B BOIIPOCE MpoLecca AErpajaluu Y -XpoMOCOMBI: ObUT JIM 3TO
MOCTETICHHBIA MPOLIECC HAKOIJICHUS PA3IMUUA, WIH K€ 3TOMY CIIOCOOCTBOBAN HEKHUI
«TCHOMHBIN KaTaKJIM3M», Hampumep B Bujae wHBepcuH, [/6]. CpaBHenme X- u Y-
XpOMOCOM MIICKOIIMTAIONINX CBUIETENBCTBYIOT 00 oboux mporeccax. Kak MuHumym
OJIHY JIPEBHIOIO KPYITHYIO HHBEPCHUIO BUTHO, KaK OTJEIbHBINA IBOJIIOIIMOHHBIN CIIOM Ha X.
OpHako Takke HccleoBaTeld HaXOJSAT CBUAETENbCTBA O0Jiee IUJIaBHBIX MPOLIECCOB,
MPOUCXOAIINX BHYTPU HEOOJBIIMX TeHHbIX OiokoB Ha Y [76]. IlceBmoayTocomHbIe
00JIaCTH TIOCTETIEHHO COKpAIlaJIiCh, TIepeMeIas TeHbl B HEPEKOMOMHUPYIOIINE YaCTH.
Takue TeHbl U3MEHSJIM TOMOJIOTHIO ¢ reHaMu Ha X-xpomocoMe u gaxe GC cocraB
BHyTpr reHoB [118]. Tem He MeHee cuuTaercsi, yTo aerpaganus Y XpOMOCOMBI
MPOXOAMJIA MTPEUMYIIECTBEHHO 32 CUET Jereluii 1 BcTaBok [119].

B 10 xe Bpemst W-xpoMocomMa HEKOTOPBIX IITULL SMY HJIM MIUTOHOB OCTalIach Ooee-
MEHEE HETPOHYTOM, XOTS IPU U3YYEHUU MOJIOBOM Mapbl XpoMocoM y ntull (ZW) Jaiie
BCEro MOKHO BCTPETHTHh JUTEPATypy O pa3sHOW CTemeHd Aerpamandd W XpoMOCOMBI
[120, 121]. Haubosee yacThIM TaKCOHOM Ui M3y4eHHUs AudQepeHIraiiy MoT0BbIX
XpOMOCOM TITHII SIBsIETCS] MH(Ppakiacc OECKUIEBBIX NTHII, KaK HanboJiee TPeBHUI HBIHE
YKABYILIUN TaKCOH.

Uccnenosanne 2009 rona nokasano, Kak OJJMH U TOT K€ BBICOKO KOHCEPBATHUBHBIM
reH Fem-/C, oTBETCTBEHHBIH 3a OIpeAesieHHe 1Mojia HaYuHasi OT HEMATO/ U 3aKaHYMBas
MJICKOITMTAIOIIMMHU, CIIETUICH C IMapoi TOHOCOM Yy Pa3HbIX BHJOB KHJICBBIX mTHIl [122,
123]. PesymbTaThl HCCICIOBAaHUS IIOKAa3ajW, 4YTO Yy HEKOTOPBHIX COBHHBIX U

BOpoObMHOOOpa3HbIX reH Fem-/C Obu1 0OHapy»)eH Kak Ha Z, Tak M1 Ha W, B TO BpeMsl Kak
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y HEKOTOPBIX MpEACTaBUTENCH KypooOpa3HBIX, I'yceoOpa3HbIX, W IMOMYyraeB r'eH ObLI
OoOHapy>XeH JHIIb Ha Z-XpoMOocoMe. Y TPEICTAaBUTENs CTPaycoOOpa3HbIX YbU
XpOMOCOMBI ~ CUMTAIOTCA OAHUMHU U3 JpeBHEHIIUX U MOP(HOJIOTHYECKH HE
auddepeHIUPOBaHHBIMU, Te€H OblT  OOHapykeH Ha O00eMX XpOMOCOMax B
MICEBJI0AYTOCOMHBIX O0JIACTSIX.

Uccnenosanne apyroit rpymmbl 2014  roma, TOCBAIIEHHOE U3YYEHUIO
HBOJTIOIIMOHHBIX TpPaeKTOpHiA MOJIOBBIX XpOMOCOM NTHII, HaTJISTHO
IPOJAEMOHCTPUPOBAJIO KaK Mpoucxoausa Aud@epeHuupoBka TOHOCOM OT OOIIEro
MpeaKa BCEX NTHUIL, A0 KOHKPETHBIX MpPEICTaBUTENEH HHPPOKIACCOB OECKUIEBBIX
(Palaeognathae) u nHoBonéOHbIx (Neognathae) [124]. CxemaTtnueckoe H300pakeHHE
OTUETIIMBO JAEMOHCTPUPYET, YTO HE TOJbKO W-HHBEPCHM HUIpalM KIIOYEBYIO pOJib B
MOJABJICHUHA PEKOMOMHAIIUN, HO U Z-UHBEPCUH (PUCYHOK 0).

ABTOpPBI CUHTAIOT, YTO B TEHETUUYECKYIO JETEPMHUHAIINIO MOJa ObLT BOBJICUYEH T€H
DMRT1 (mpenmonaraemslii T€H ONpeAeNsiONIMid Moj), a mpoiecc AudPepeHInpOBKI
Hayajicd eni€ y caMoro asuectpainbHoro Buzaa. llepBas Z-cuemuieHHas WHBEpCUs
HEOOJIBIIOr0 y4yacTKa MPOU30LUIa HE CIOydyallHbIM 00pa3oM, a H3-3a HAKOIUIEHHOTO
«aHTAroHU4eCcKOoro snucraza» B pailone DMRT1, koTopblil MOT TPUBECTH K KOH(MIUKTY
aJuIeIIe.

MHOXECTBO HCCIEIOBAaHUN KHUTONAPHOKOMBITHBIX OBUIO TPOU3BEIEHO C
MCIIOJIb30BAHUEM DPA3IUYHBIX I[UTOTEHETUYECKUX U MOJIEKYJSPHBIX MOAXOJOB, U Ha
OCHOBE TOJy4YeHHbIX NaHHbIX B 2017 Tomy Beimuia paboTa, KOTOpas MPEACTaBISET
CPaBHUTENBHYIO KapTy X-XpOMOCOMBI MEXIY MPEACTaBUTEISIMU JI€CATh CEMEHCTB

(pucyHoOK 7).
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Pucynok 6 — [Ipennonaraemslie crieHapuu (GOpMUPOBAHUS SBOJIIOIIMOHHBIX TU1acTOB NTULL (M3 Zhou et
al. 2014 ¢ MmoguduKanusIMm)

AHanmn3 TO3BOJSET PEKOHCTPYHMPOBATH IMPEAKOBYID X-XpPOMOCOMY, a TaKke
MIPOCJIEINUTD KIIFOUEBHIC MTEPECTPOUKH B HEH, IMPOU3OIIEIIINE B XO/I€ YBOIOLHH OTPsAa
Cetartiodactyla [125]. CpaBHEeHHE TIOJIOBBIX XpPOMOCOM C HCIoib3oBaHneM BAC ki10oHOB
y UCCIIEAyEeMbIX B JaHHOH paboTe BHIOB BHISIBUJIO TPH HarOOJIee BEPOSITHBIX CLIEHAPHSI,
0 KOTOPHIM MOTJa MITH DSBOJIONMSA: COXPAHEHHE AaHIIECTPAIbHONH CTPYKTYPHI,

HU3MCHCHHUC ITOJTOKCHUA HCHTPOMEPBI U MHBECPCHUA CUHTCHHBIX 0JI0KOB.
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tpéxurioit xomomku (Gasterosteus aculeatus Linnaeus, 1758), ubs mosoBas mapa
ABJIIETCS MOJEIBHOM CHCTEMOM il W3Y4YEHMs] CTPYKTYPHOM 53BOJIOLUHU MOJOBBIX
XpoMOcOM. DJTa pblda UMEET TreTepoMOpPHYI0 TMapy MOJIOBBIX XPOMOCOM,
c(hOpMHUPOBABIINXCS OTHOCUTEIHHO HemaBHO (14—26 muH. et Ha3am), HO yKe Ha ITOH
CTalMM MOXHO 3aMETUTh PA3IMUusl Mexay Y- U X-xpomocomamu. [lomaBieHHbIN
KPOCCHUHTOBEp Ha OOJbIIEH YacTH JUIMHBI XPOMOCOM TMpPUBEN K OO0pa3oBaHUIO
NICEBI0AYTOCOMHBIX ~ oOyacteir  [126]. Dta obOiacTh coBmagaer ¢ Tpems
NEPULIEHTPUUECKUMHU WHBEPCHUSIMH, KOTOpPbIE UIparoT posib B auddepeHumranud Y- u
X-xpomocom [127].

['eHOM I'pBI3yHOB XapaKTEepHU3yeTCss MHOXKECTBEHHBIMHU MEPECTPONKAMU U CUIIBHO
OTIIMYAETCsl OT MHOTHX IJIAIlCHTApHBIX. BBUTO MOKa3aHo, KaKk CUILHO ABOJIOLNUOHUPYET
X-XxpoMocoMa MbIIIeH, MO CpPaBHCHHIO C JPYrHMH Miekonutarommmu [128].
BripaBHuBaHMEe COOpPOK YEIOBEKa, KOIIKM W CBHHBM IOKA3aJId 3BOJIOIMOHHOE
COXpaHEHHE MOPSAKA T€HOB U apXUTEKTYphbl X-XpOMOCOMBI. TakoM ke MOpsAIOK IT'€HOB
OBLT BBISIBIICH U JIJISL IPYTUX MPEICTaBUTENCH BKJIIOYAs JIOIIAAb, COOaKy U cioHa [129,
130, 131]. Onnako, py CpaBHEHUHU OOJIBIITMHCTBA MJICKOIUTAIONIUX C TEHOMOM MBIIIIN

OBLIO BBISIBJICHO HE MCHEE CEMH MHBEPCUI BHYTpU X-XpoMocoMmal [35].
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Jns meimeoOpasHeix Tpei3yHOB (Myomorpha) ecte MHOXKECTBO JUTEpaTYPHBIX
TaHHBIX, KOTOPBHIE CBHUJIETEIBCTBYIOT O BBICOKMX TEMIIaX KapHOTHITHYECKON IBOJIOIUU
MIOJIOBBIX XpoMOcoM. [lo-BuauMoMy, IJisi JaHHON TaKCOHOMHYECKOM TPYIIIBI JKHBOTHBIX
MIOJIOBBIE XPOMOCOMBI YaIlle BCETO MOJBEPTaIMCh TPAHCIOKAIMAM, a Y -XpOMOCOMa TaK
CIWJIBHO JIeTpagupoBaja, 4YTO JUIi HEKOTOPHIX BHUIOB Yke 3aduKcUpoBaH (akT eé
ucuesHoBenus [132, 114, 133, 134]. Takme abeppamuu Kak IEpElECHTPUYCCKUE
MHBEPCUH, U3MCHCHHE TMOJIOKEHHS (PETO3UIIMsI) IICHTPOMEPHI MM IMOSBICHUE HOBBIX
LIEHTPOMEp SIBJISIFOTCS OOBIYHBIMU COOBITUSMH B IBOJIIOIUM T€HOMOB MBIIICOOpPA3HBIX
[132, 135, 136, 137]. A cpenu HEKOTOPBIX MpeacTaBuTenel XoMsIKoBbIX (Arvicolinae)
ObUI 0OHAPY)KEHBI «TUTAHTCKHE MTOJIOBBIX XPOMOCOMBIY», 3aHuMatolIre 10 20% OT Bcero
reHoma. [IpuunHON 00pa3oBaHUs TAKUX XPOMOCOM MOTJIO CTAaTh BKIIFOUCHHE OIPOMHBIX
reTepoXpOMaTHHOBKIX OJ0K0B [138, 139].

OnHako, HE BcerJa XpPOMOCOMHBIE TIEPECTPONKU  SIBISIOTCA — MPUYUHON
auddepeHIrauy MoJIOBBIX XPOMOCOM, HHOT/Ia OHA MOTYT OBITh W CIICJICTBHEM TaKOH
muddepennmanum. B nccinenoBanny, HampaBICHHOM Ha U3y4YSHHE SBOJIIOLUH MOJIOBBIX
XPOMOCOM Y 3MeH, ObUT IPOBENEH aHAIN3 HECKOJIBKUX BHUIIOB U3 PA3IMYHBIX CEMEUCTB,
OTHOCSIIITMXCS K BBICIIIMM M IPUMHUTHUBHBIM 3MesiM. [IpeacraBuTenu Beicux 3meit Elaphe
radiata (Boie, 1827) u Natrix natrix (Linnaeus, 1758) nemoHCTpupoBaiyd HaJU4dne
3HAYHUTEJIBHBIX YYaCTKOB reTepoxpomaruHa B cBoux W xpomocomax. [Ipu stom y E.
radiata Oputa oOHapyxkeHa crnenuduueckas caremutHas JHK, kortopas
MPEUMYIIECTBEHHO JIOKAIN30Baiach B W XpoMOCOMeE, YTO yYKa3bIBa€T Ha BO3MOXKHYIO
pOJb OITHX DJJIEMEHTOB B JIU(PQPEPEHIMANNN TOJIOBBIX XPOMOCOM. AHAJIOTHYHbBIC
pe3yabTaThl ObLIM MmoaydeHbl At Xenodon merremii (Wagler, 1824), rae takxe Obuia
BbIsIBIICHA KOHcepBanus caresumatHod JHK B W-xpomocome. Bce »stm  3Mmen
XapaKTEPU30BAINCh TETEPOMOP(PHBIMY MMapaMy MOJOBBIX XpOMOCOM. B To e Bpems
npe/ICTaBUTENN MPUMUTHBHBIX CEMEICTB 3Mel, Takux Kak Boidae, He nemMoHcTpupoBaiu
HaMuue aHanoruvHpix careumTHeix JIHK B cBomx TonoBBIX TOMOMOpP(HBIX
XpoMocoMax. ITO CBUAETEIBCTBYET O TOM, UTO Mpoiiecchl auddepeHranuy noJoBbIX

XpPOMOCOM y 00JIee IBOFOIMOHHO TPOABUHYTHIX 3MEH, BOSMOXHO, OBLITH 00YCIIOBIICHBI
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BHCAPCHUCM TPAHCIIO30HOB, 4 MHBCPCHUU CTAJIM JIMIIb PC3YJIbTATOM HX AKTHUBHOCTHU U

JaJIbHEHIINX CTPYKTYPHBIX u3MeHenuit [140].

1.3.5 JIpyrasi poJjib X-XpoMOCOMBI

Tpagummonno mon ompenensercs 1o cucteme XY / WZ, rne Y- wumm
W-XpoMOCOMBI HECYT pemaroue TeHbl Il pPa3BUTHS CaMIOB WM CaMOK
COOTBETCTBEHHO. OHAKO, CYIIECTBYET aJIbTEPHATUBHBIA MEXaHH3M — OallaHcoBas
TEOPHsI ONIPEIEIICHHS 110J1a, KOTOPBIN MOJYEPKUBAET, YTO HE BCE TAK OJTHO3HAYHO U IOJI
MOKET ONPEAEIATHCS COOTHOLIEHUEM Ha0Opa MOJOBBIX XPOMOCOM K ayTocoMaM. /{anHas
Teopusi ObliIa OTKpBITA MPHU M3ydeHUHU TuogoBoi myxu (D. melanogaster) B 1925 rony
Bbpumxecom, cTaB BIIOCIEACTBUM OAHOW M3 BAYKHBIX KOHLETILIMIA B YBOJIFOLUU MOJOBBIX
xpoMocoM. CornacHo 0anaHCOBOW TEOpWH, PA3BUTHE CAMOK U CaMLIOB PETYIHPYETCS
YUCIIOM
X-xpomocoMm (ot 1 mo 3), B TO BpeMsi Kak Hamuuue Y HUKAaK HE BIIMAET Ha MPOLECC
onpeaenenue nosa. Camipl 0e3 Y-XpoMOCOMbI (PEHOTUIHYECKH HEOTIMUYUMBI OT CaMIIOB
¢ Y, ogHako e€ Halnuuyue ornpenensieT GepTuibHOCTh camMioB. Eciu cooTHoeHue ncia
X-XpoMocoM K aytocomaM Oyner paBHO 1, Torma w3 3MOpPHMOHOB pPa3BUBAIOTCS
HOPMAJIBHBIE CaMKH, €CJIM COOTHOIIEHHE paBHO 0,5 — Toraa mosiBiSIOTCS HOpMaJlbHbIE
camupl. [[pyrue COOTHOIIEHHS SBISIOTCS AHOMAJIBHBIMHU U NPHUBOJAT K MOSBICHHUIO
WHTEPCEKCOB, M CBEPXJJOMUHUPOBAHUIO T10JIa — CBEPXCAMOK U cBepxcamiios [37, 141].

[ToMuMO CBOEH KIIFOYEBOW POJIM B OIPEIACICHUHM MOJIa, X-XpOMOCOMa TaKkKe
peryjaupyer HeKoTopble (uU3HOJIOTHYecKne, MOP(GOJIOrHYecCKUe U IOBEICHYECKHE
npuszHaku. MlHBepcunu Ha X-XpoMOCOME MOTYT 3HAUUTENBHO BIMUSTH HA 3TU MPOLECCHI,
U3MEHsSl CTPYKTYpy W (QYHKUHMIO TEHOB, pACMOJOKEHHbIX Ha Hed. HenaBHue
UCCIIeIOBaHMs OOHAPYX WU y 6abouku u3 poga Ostrina XpoMOCOMHYIO TIEPECTPOUKY,
OXBaTHIBAIOIIYIO OOJIee YETBEPTH MOJIOBOK XpoMocombl Z [142, 143]. [lanHas 00yacTh
COJIEPKUT B ceOe JIOKYChl, OTBETCTBEHHbIE 32 (DAKTOpPHI MOBEACHUYECKON H3OJISILUU U
paszneinser Mexay coooit 1Be popmbl E u Z omroro Buaa Ostrinia nubilalis Hiibner, 1796.

Otu aBe GOpPMBI HCCIICOBATENN OTHOCIT K HeaBHO oOpa3zoBaBmmMcst (mpumepHo 100
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TBHIC. JIET Ha3aa) U OOBSICHSIIOT IBOIIOIMOHHYIO THUBEPTEHITUI0O UMEHHO CIICTUICHHBIMU
JIOKycaMHt BHYTpH HE peKOMOMHHpYoIero yuactka [81, 82].

Cpenu mnpezacraButesieli BblopkoBbIX (Taeniopygia guttata Vieillot, 1817)
oOHapykeHa WHBEPCHsI Z-XPOMOCOMBI, BIMSIONIAS Ha YCIIeX oTIoBCcTBa. Kak oka3anocs,
WHBEPCHUS TIOJI0BOK XpoMOcOoMBbI TguZ BiuseT Ha MOP(OJIOTHIO, CKOPOCTh U CIIOCOOHOCTh
K OIUTOJIOTBOPEHHIO y criepMaTo3ou10B. CeMeHHas )KUIKOCTh CaMIIOB, T€TEPO3UTOTHBIX
10 WHBEPCHHM HWMENa CcaMble JJIMHHBICE JKTYTHKH M CaMyK BBICOKYIO CKOpPOCTb
NEpPEeMEIICHUs]  CIIEPMAaTO30MJ0B, B TO BpeMs KaK TOMO3HUIOTHBIE  CaMIIbI

JCMOHCTPHPOBAIM HAUMCHBIIINUN yCIIeX OTIOBCTBa [144].

1.3.6 Poub X-xpomMocoMBbI B BUA000Pa30BaHNHU

Bunoo6pa3zoBanue — KOMIUIEKCHBIA MPOIIECC, KOTOPHIA, OUEBUAHO, MPOXOJIUT B
Ka)KJI0M 3BOJIFOLIMOHHOM JIMHUHU IO CBOEMY YHUKAJIBHOMY CLEHAapUI0. XPOMOCOMHBIE
MHBEPCUU WUIPAlOT BAXKHYIO pOJb B BUAO0OpPAa30BaHUM, CIOCOOCTBYSI JUBEPIEHIMH U
PENPOIYKTUBHON M30Jsuu momynsiuil. [lpekpamenne pekoMOuHauu Mexay X- |
Y-XpoMOoCcOMaMH M HAaKOIUIEHHWE MYTalluid MOKET CIOCOOCTBOBATh BHI000pPA30BAHMIO,
Mo//iepK1Bast OJaronpusiTHbIe KOMOMHALIMY T'€HOB U YCKOPSIS 3BOJIFOIIMOHHBIE MPOLIECCHI
[145]. B nmomonHenue K 3TOoMy maparpady, BaKHO pPacCMOTPETh JBa «IpaBHJIa
BU000pa3zoBanus», chopmynupoBanuble Jlxxepu Kosnom. On Beiaenun «lIpaBuio
XounneitHay u «bosbioi apdext X-xpomocomb» [146, 147].

«[IpaBuno XonaeitHay OOBACHSET, UTO €CJIM y MEKBHUJOBBIX THOPHUIOB OJIMH U3
OMOJIOTUYECKUX TOJIOB CTEPUIIbHBIM, TO C BEPOATHOCTBHIO BhIie 95% »TO Oyner
rereporametHbiii 1o (XY wim ZW) [148]. Bropoe «mpaBuino» — Oonbiioi 3GQexT
X-XpOMOCOMBI — 3aKJIIOYAETCsl B TOM, Y THOPUAOB 3aMeHa X-XpOMOCOMBI OJHOTO BHJIa
Ha X-XpOMOCOMY JApPYroro OKa3bIBa€T HEMPOMOPIMOHAIBHO OOJBIIOE BIMSHUE Ha
rHOPUIHYIO MPUCIIOCOOIEHHOCTh IO CPABHEHUIO C aHAJIOTUYHOW 3aMEHOW ayTOCOMBI,
BBHly 0OoJiee IJIOTHOTO paCIpE/eNieHHus TeHOB, YYacTBYIOIIMX B MOCT3UTOTUYECKOMN
m3omsiiue [149, 150]. Konnenuu, oObSCHSIONMAE ATH MPaBWIa BKIIIOYAIOT «TEOPHIO
JOMUHAHTHOCTW», «TEOPHIO OBICTPOIl 3BOMIONUHN X», «THIOTE3y OBICTPOIl 3BOIIOIHUH

CcaMIOB», U HCKOTOPLIC APYTIUC ACIICKThI ITOJIOBBIX XPOMOCOM. HCCJ’I@I{OB&HI/IH IIOKa3aJIu,
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410 X-XpOMOCOMa 4acTo AEMOHCTPHUPYET OoJiee BBHICOKYIO CTeNeHb AU(PepeHInanuu
MEXKy BUJIaMH IO CPABHEHHUIO ¢ ayrocomaMu. [[0-BUAMMOMY, 3TO SIBJEHUE CBS3aHO C
TEeM, 4YTO X-XpOMOCOMa TojiBepraeTcsi 0oyiee CHIBHOMY OTOOpPY MPOTHUB TMOPUIHBIX
HECOBMECTUMOCTEM.

[Tonkpermenue nnsa  «lIpaBuma XosjgeliHay MOXHO YBHJETH B padorte,
npoBeaEHHON Ha npumepe capandoBbix [151]. Vandiemenella viatica Erichson, 1842 —
BU/JI aBCTPATUICKON capaH4M, MO psij ocobeHHocTel. Heckonbko nomyssiiuii V.
viatica, oOuTaromuX BMECTE, O0pa3yrT TPYIIy XPOMOCOMHBIX pac. JIBe pachl
OTJIMYAKOTCSA APYr OT JApyra IMEPULICHTPUYECKOM HWHBEPCHUEH MOJIOBOM XPOMOCOMBI U
LEHTPUYECKUM CIUSHUEM 3TOW HHBEPTUPOBAHHOW X-XpPOMOCOMBI C NEPBOU IMApOU
aytrocoM. [Ipu mocneayromux CKpeIMBAaHUIX H3y4YallUCh T€TEPO3UTOTHBIE OCOOM, U
OBLIO YCTAHOBJICHO, YTO F'€TEPO3UTOTHBIEC CaMIIbl UMEJIM OTKJIOHEHUS B MpoIecce Meno3a.
brnokuposanue CIIApUBAHUSA TOMOJIOTUYHBIX XpOMOCOM WJUTIOCTPUPYET,
MIPENOJIOKUTENIBHO, POJb XPOMOCOMHBIX abOeppanuii B CHUXEHUU (DEPTUIIBHOCTH
TeTePO3UTOTHBIX OCOOEH, YTO Kak CJEICTBHE, MOXKET CIIOCOOCTBOBATh HayaJIbHOMU
JABEPTEHUUH TOMYJISILIAN.

Takxe 3TO MOXHO TPOCJICIUTh Y TMOJBHJIOB cammopckoi koObuiku (Podisma
sapporensis Shiraki, 1910), o6uratoumx Baojab Kypuiabckux ocTpoBoB, CaxaivHa,
XOKKaio u Ipyrux octpoBoB Anonun. [Ipm cpaBHEHHM ABYX XPOMOCOMHBIX pac C
octpoBoB Kynammp u CaxamuH ObUIM OOHApYyXEHBl XPOMOCOMHBIE OTJIWYHUSA OT
CTaHJIapTHOM packl, oouTaromen Ha 0. Xokkaino. [lonynsuto ¢ o. Kynamup otnnyana
pOOEPTCOHOBCKAsl TpaHCJIOKAIMs, 3aTparuBaronias X-XpoMOCOMY U MATYH Mapy
ayrocoM. B noxanbHOM mnonynsuuu Ha o. CaxanuH y ocoOeill Obuia HaiigeHa
MEPUIICHTpUYECKass MHBEPCUSI HEOOJBIIOr0 y4yacTka X-XpOMOCOMBI B TOMO3UIOTE.
ODKCHEPUMEHTHI MO CKPEUIMBAaHUIO BHJOB M3 ATUX MOMYJSALMHA B pe3yJibTaTe Oaiu
OTCYTCTBUE TPEKOMYJSIIUOHHBIX HW30JHPYIONUX MEXaHW3MOB. AHaIu3 THOPUIHBIX
AMOPHOHOB MOKAa3ajl, YTO BMECTE€ C HOPMAJIbHBIMU T'E€TEPO3UTrOTaMU OBLIM OTMEUEHBI
€MHUYHBIE CIIy4au MOHO- U TPUCOMHHU IO ayTOCOME, YYACTBYIOIIEH B TPAHCIOKALIUU.
Kn3HECTIOCOOHOCTh TETEpPO3UTOT OKa3ajlach PE3KO CHIDKEHAa 110 CpPaBHEHUIO C

KOHTPOJICM. CaMHBI IIEPBOro IOKOJICHUSA FI/I6pI/II[OB, COXpaHsisd CITOCOOHOCTh K
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KOITYJISIIIAM, OKAa3aJlUCh CTEPWIBHBIMH, a KJIETKH WX CEMEHHHUKOB OKa3aJMCh
nehopmupoBanubiMu [152, 153].

[IpumepoM, MOAKPEIUIAIONUM O0JbIIoN 3hdeKkT X-XpOMOCOMBI, MOXKET OBITh
paboTa, MOCBAMIEHHAS HHTPOTPECCUU X-XPOMOCOMBI MEXIY ABYMsI BUIaMH MbItiei Mus
musculus Linnaeus, 1758 u Mus musculus Domesticus Schwarz & Schwarz, 1943 [154].
Cuuraercs, YTO IMEHHO X-XpOMOCOMA MTPAET POJIh B U30JISAIIUU MEXITY STUMHU BHIAMU,
pa3BUBas MYKCKYI CTEpUIBHOCTh y ruOpumoB [155, 156]. OmHuM M3 KITFOUEBBIX
BBIBOJIOB MCCJIEJOBAHMS SIBIISIETCS TO, UTO X-XPOMOCOMa MOKET ObICTpEe HAKaIlJIMBATh
HECOBMECTUMBIE AJIJIEIN M3-3a 0coOeHHOCTel rereporameTHocTd (XY y caMioB). DTo
BeJET K TOMY, YTO T€Hbl Ha X-XpOMOCOME OKa3bIBaIOT 0oJiee CHIIbHOE BIIMSIHHE Ha
(GbeHOTUIMYECKHE TIPOSIBICHHUS y THOPHUIOB, YeM TeHBI Ha ayTocoMax. | eMH3HUTOTHas
npupoga X-XpOMOCOMBI Yy CaMIIOB JellaeT €€ YA3BUMOW K HAaKOIUICHHUIO BPETHBIX

MYTaHHﬁ, 4TO YBCIMYHUBACT BEPOATHOCTD IIOABJICHUA CTCPUIBHOCTH Y FI/I6pHI[OB.

1.4 Mansipuiinbie komapsbl poaa Anopheles
1.4.1 O030p kiIaccupuxkanuu koMapoB poaa Anopheles

Cucrematnka MasIpUAHBIX KOMapoB cioxkHa [157]. BuopasHooOpasue
MaJISIpUHHBIX KOMapOB HECET 3MUAEMHUOJIOTMUYECKOe 3HaUCHHUE, TaK KaK JJis IPaBUIIbHON
opraHuzanuu MNpopUIAKTUKH ¢ OOphOBI € TPAHCMUCCUBHBIMU 3a00JICBaHUSIMU
HEOOXOMMO HMMETh TPEJCTaBICHUE O pa3HOOOpa3uu MaSIpUHHBIX KOMapoB Ha BCEX
YPOBHSIX KU3HU - OT MOJIEKYJISIPHOTO /10 MOMYJISIIUOHHO-BUAOBOTO. M3 moutu msTUCOT
Bug0B Anophelinae wmanspuitHoro maasMoaus CrIOCOOHBI IEepenaBaTh He OoJliee
mrectuaecatd [158]. Maunsipuiiable KOMapbl 9acTO OTHOCSTCS K TPYIIaM BHJIOB-
JBOMHHUKOB, YWIEHBI KOTOPHIX MOP(OTOTHUECKH HEOTITUINMBI, 2 TCHETHUECKUE PA3TUIUS
HE CITUIIKOM BEJIMKH, OJHAKO BUIBI B OTHX TPYIaX MOTYT CYIIECTBEHHO Pa3U4aThCs
0 SKOJIOTHYECKOH aJlanTallii U CIOCOOHOCTH NMEPEHOCUTh MANIApHUI0. Bricokas cTeneHb
TeHETUYECKOTO CXOJICTBA MEXKIY BHIaMHU-IBOMHUKAMH YCIIOXHIET PEKOHCTPYKITHIO
¢uoreHeTnyeckux cBsizeid BHyTpu rpynmbl [159, 160]. M3yuaemslit B qaHHO# padoTe

pon Anopheles mnpunammexur k oTpsmy aABykpwUibiX (Diptera), cemeiicTBy
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KpoBococynmx komapos (Culicidae), KoTopblil B CBOIO 04epe/ib COCTOUT U3 TPEX POJIOB.

[ToapoOHas knaccudukaius BHIMISAUT CICAYIOIMIMM 00pa3oMm:

OTpsia ABYKPBLIbIE
CeMeicTBO KpOBOCOCYIIIME KOMAPHI
IToncemeiicto Culicinae
[ToacemeiictBo Toxorhynchitinae
[Toxcemeticteo Anophelinae
Pon Bironella Theobald, 1905
Pox Chagasia Cruz, 1906
Pox Anopheles Meigen, 1818

Pon Chagasia BcTpevaercst ICKITIOUHTENBHO B HEOTpormmdeckoM pernone (FOxxuas
n llenTpasibHas AMepuUKa) M CUMTAETCS PEIUMKTOM HEKorja 0oJjiee IIMPOKO
pacnpoctpanénHoi rpynmbsl. Pox Bironella orpanuden ABcTpana3suiickoi 00J1aCThIO
(Australasian region) W Takxe NPEACTaBISET COOOM OCTATOYHYIO TPYNIy C Y3KUM
apeayioMm pacrpoctpanenus [159]. B To ke Bpems, pox Anopheles npencrasiser co0oit
MOBCEMECTHO pACHpPOCTPAHEHHBIA TaKCOH, 3a CU€T Yero, OOJBIIMHCTBO BHJIOB
Anophelinae mpunamnexxar umenHo k poxay Anopheles. On ke B cBOW ouepesb,

HOJPa3IeNIIeTCsl Ha CEMb MOAPOJIOB, COMIACHO TocieaHeH kaccudukammu [161]:

[Toxpon Anopheles Meigen, 1818 (182 Buna)

IMoxpox Baimaia Harbach, Rattanarithikul & B. Harrisom, 2005 (1 Bux)
[Moxpox Cellia Theobald, 1902 (220 BumoB)

[Monpon Kerteszia Theobald, 1905 (12 BumoB)

[Moxpox Lophopodomyia Antunes, 1937 (6 BumoB)

[Moxpon Nyssorhynchus Blanchard, 1902 (39 BuzioB)

[Moxpon Stethomyia Theobald, 1902 (5 BumoB)

[Tompon Anopheles pacrpocTpanéH MOYTH TOBCEMECTHO, 3a HWCKIIOYCHHEM
OosbIHCTBA OCTPOoBOB Tuxoro okeana (Hosas 3enanaust, ®umku, Hoas Kanemgonus).

Bunel umenHo storo moapoaa OyAyT pacCMOTPEHBI Jajee B JIMTEpaTypHOM 0030pe.
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EnuHCcTBeHHBIN B Toapoja Baimaia HalineH JTWIb B TOPHBIX Jiecax Ha TpaHUIE
Taunanna ¢ MbesiHMoOl 1 JJaocoM U cUUTAETCsl PETMKTOBBIM TAKCOHOM C TPUMHUTUBHBIMU
npusHakamu [162]. [Toapox Cellia npeodnamaer B abpoTponuveckoii, aBCTpaaa3uicKoi
¥ OPUCHTAIILHON 00JacTsIX, MPOHUKAsA Takke Ha for [lameapKkTuku, HO OTCYTCTBYET Ha
OONBIIMHCTBE OCTPOBOB Tuxoro okeana. Kerteszia xapakrepen mis Heorporuku ot
Mexkcuku 1o rora bpa3wnnum m ApreHTuHbI, OJHAKO OTCYTCTBYET Ha OocTpoBax Becrt-
Wuaun (kpome Tpunugana) u 6ombiieii yactu Amazonnn [163]. IToapoa Lophopodomyia
obuTaer B [Taname u ceBepHoi yactu FOxHoi Amepuku, a Buab noapoaa Nyssorhynchus
orpannueHsl Heotpomnukoii, 3a uckimrouenneM Anopheles albimanus Wiedemann, 1820,
apeal KOoToporo 3axBaTbiBaeT ceBep Mekcuku u 1oxkHble mrarel CIIA. Tlomgpon
Stethomyia pacnpocTpaHéH NpeuMyIIeCTBEHHO OT fora lleHTpaJbHON AMEpHKH 10
ceBepa HOxxHOM AMepuKH, a OTAEIbHBIE BUIBI IOCTUTAIOT OCTpoBOB Tpunuan u Tobaro,
a taxxe [lepy u bonusumu.

TakcoHoMuyeckass cTpykrypa moxapoga Anopheles mocrarouno 3amyranHas u
COCTOUT M3 HECKOJIbKUX TPYII, BKIIOUAIOMIUX B c€0S OTIENbHBIE KOMIUIEKCHI BUIOB.
OObenUHITh POJCTBEHHBIE BUJIBI B KOMIUICKCHI IIMPOKO PACHpPOCTpaHEHHAs! MPAKTUKA
cpeny  yu€HBIX, 3aHMMaromuxcs komapamu [157]. UneHsl TakMX KOMILJICKCOB
MOP(OJTOTUYECKH CXOHBI U YaCTUYHO PEMPOTYKTUBHO H30JIMPOBAHBI IPYT OT JIpyra.
Tak kak maHHas JUCCEpTalldsl COCPENOTOUYECHA HAa M3YUYEHUM BHUJOB CYyMNep-KOMILIEKCa
Maculipennis, To 31€ch MBI COCPEAOTOUMMCS UMEHHO Ha [laneapkTuuecknx KoMIiekcax
BUJIOB-JIBOMHUKOB MAaJIIPUHHBIX KOMAapOB, U BCKOJb3b OYIyT YIMOMSHYTHI KIIOUEBHIE
BuAbl Heapkruueckoro 3oopernoHa. JlaHHBI CyIEp-KOMIUIEKC ITPEUMYIIECTBEHHO
IpeJCTaBlIcH BUJaMu KoMiniekca Maculipennis B IlameapkTuyeckoM perHoHE, H
komruiekcamu Freeborni u Quadrimaculatus B Heapktuueckom perunone. B otnuuue ot
Bun0oB CeBepHoii EBpasuun, HeapkTuueckue BUIbl UMEIOT Oojiee CTaOMIIbHBIE apealibl
OOUTaHUS U MEHBIIYIO SKOJOTUYECKYIO TJIACTUIHOCTD.

[TaneapkTuueckuit komrmiekc Maculipennis ObUT Ha3BaH MO OJAHOMY U3 OCHOBHBIX
npencraBureneid — An. maculipennis, KoTopsblid, Kak CYMTANIOCH paHee, MPOCTO MMEET
obmmpHeid apean [9]. MccnemoBaTenn M3HAYAIBHO TMPEIIIONIarajid, 4TO JAHHBIH BUJ

pacnpoctpanéH kak B Ilanmeapktuke, Tak u HeapkTuke, oxBaThiBasi TEPPUTOPUU BCel
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EBponsl, CpennzemHoMOpbs, A3uu 1 yactu CeBepHoil Ameprku. OJHaKO MOCIEAYIOLINe
UCCIIEJIOBaHMs BBISIBWIIM, YTO B Pa3HbIX 4YacTAX apeaja 3TOr0 BHJA HaOIIOJAIOTCS
TEeHETUYECKUE Pa3INyus, a TAKXKeE pa3Hasi ClIOCOOHOCTh IEPEHOCUTH MATIIPHUIO, BApUALIUH
B MOBEICHUH M OKpacke sAull. Tak, HUTOr€HETUYECKHE HCCIEIO0BAHMS TO3BOIMIIN
BbISIBUTH B [laneapkTruke BoceMb BUI0B-ABOMHUKOB, paHEE CUMTABIIMXCS OJHUM BHJIOM
An. maculipennis  [164, 165]. Tlocienyromue NOMYJIAIHOHHO-TCHETHYSCKAE U
MOJICKYJISIPHBIC UCCIICTIOBAHUS TI03BOJIIIN BBISIBUTH enlé nBa Buaa B [laneapkruke [166,
25, 167, 26].

Ba)xHO ynoMsIHYyTb, YTO B HEKOTOPBIX HCTOYHHKAX HUCIOIb3YETCs HeOopMallbHAS
TaKCOHOMMYECKasi eauHuia «komiuieke» (Maculipennis complex) uto, mo cyrwy,
SIBJISIETCS YCTAPEBIIIMM aHAJIOTOM JpYyroi HeopMaibHOW TAKCOHOMUYECKOU €TUHUITBI —
«MOArpynmnay». JHTOMOJOr U TakcoHOMUCT Panb( XapOax HacrauBaeT Ha COOJIOIEHUN
CIUHBIX TPABWJ HaMHMCaHWs (OPMaJbHBIX (CEMEHCTBA, PO, BHI) U HEPOPMAaIbHBIX
(rpymribl, TOATPYNIBI, CEKIWHW, Komiuiekcwl) enuaui [168, 159]. HedopmanbHbie
TAaKCOHOMUYECKUE E€IUHUIIbI CIIEAYeT MHUCaTh C 3arjaBHOM OyKBbI 0€3 MCIOJIb30BaHUS
KypcuBa (Hampumep, komruieke Maculipennis), B To Bpemsi kak (opMaibHbIC TaKCOHBI
HE00X0AMMO MHUCaTh KYPCUBOM C 3arjaBHOM (1Sl ceMelcTBa/poaa) Wik CTPOYHOU (71
Buga) OykBbl. B cBoell kiaccupukaluuy KpOBOCOCYUIMX HACEKOMBIX OH UETKO
kinaccupunupyer Maculipennis kak cyrnep-KOMIUIEKC, Has3biBasi €ro HehopMaabHOU
TaKCOHOMUYECKOH €IMHULIEH — T. €. TPYNIOM, KOTOpas BKIIIOYAET B C€0sl TPU MOATPYMIIbI
U YeThIpe BUJA, HE OTHOCSIIMXCS HU K OJHOHM W3 moarpymm. Takum oOpa3om, cocTaB

rpymmel Maculipennis BeITISAUT Tak:

Cynep-koMmiuiekc Maculipennis (nmm rpymma Maculipennis)
Kommieke Maculipennis (vmu moarpymnma Maculipennis, 11 Buaos),
Kommeke Freeborni (wimm moarpymma Freeborni, 4 Buna),
Kommieke Quadrimaculatus (wm moarpymma Quadrimaculatus, 6 Bumos),
[Tpoune Buabl rpymmnsl Maculipennis (4 Buaa):
Anopheles atropos Dyar & Knab, 1906
Anopheles aztecus Hoffmann, 1935
Anopheles lewisi Ludlow, 1920
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Anopheles walkeri Theobald, 1901

Panee B rpynmy Maculipennis taxske BXoauia aMmepukaHckui Bug An. punctipennis
Say, 1823 [169], no3nHee, MONEKYISIpHBINA aHan3 Ha ocHoBe TS2 mo3Bosni OTAeIUTh
3TOT W JPYTHE BUABI B OTACHbHYO Tpyminy [168]. Tlo mociietHuM JaHHBIM B ITOATPYIIITES
Maculipennis BbIIEISIOT 1ECATh CYIIECTBYIOIINUX B HACTOSAIIECE BPEMS BUIOB, COOPAHHBIX

Ha OCHOBE MOJICKYJIIPHO-TCHETHYECKOT0 aHaim3a pernona [TS2 [161]:

1. Anopheles artemievi Gordeyev, Zvantsov, Goryacheva, Shaikevich&Yezhov, 2005
2. Anopheles atroparvus van Thiel, 1927
3. Anopheles daciae Linton, Nicolescu & Harbach, 2004
4. Anopheles labranchiae Falleroni, 1926
5. Anopheles maculipennis Meigen, 1818
6. Anopheles martinius Shingarev, 1926
7. Anopheles melanoon Hackett, 1934
8. Anopheles messeae Falleroni, 1926
9. Anopheles persiensis Linton, Sedaghat & Harbach, 2003

10. Anopheles sacharovi Favre, 1903

B HacTosmmii MOMEHT MPUHSTO CYUTATh, 4TO oarpymnmna Maculipennis Bxitouaert
B ceOs emé omun Bua — Anopheles beklemishevi Stegnii & Kabanova, kotopslii panee
OTHOCWJICSA K HeapkThyeckod moxarpymme Quadrimaculatus Ha  ocHOBaHWU
[UTOreHeTHYeCKOTo aHaau3a [168, 170]. Oxnako, HeAaBHUM (DUIOTEHETUUESCKHIA aHAIN3
CMOT C YBEPEHHOCTBIO JI0Ka3aTh, uTo An. beklemishevi sBisieTcst poicTBEHHBIM paHHUM
IPEIKOBBIM BHJIaM Majieapkruieckoit moarpymmbel Maculipennis [22]. Takum oGpa3om,
nanee B pabote Oymer cumrtaThes, uTo An. beklemishevi sBisieTcst uneHoM moarpymmbl

Maculipennis.

1.4.2 UnBepcuoHHbIE epecTPOKY y mpeAcTaBuTe el poxa Anopheles

I/IBBCCTHO, qTo MaHHpHﬁHbIC KOMapbl UMCIOT TPH IIapbl XPOMOCOM: ABC IIApPbI

METAllCHTPUYECKUX (MM CyOMETalleHTpUYECKUX) ayToCOM, W OJHa Tapa
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AKpOLIEHTPUYECKUX MOJOBBIX XpomocoM. IIpaBoe miedyo X-XpOMOCOMBI CHIIBHO
rETEPOXPOMATU3UPOBAHO, a Y-XpOMOCOMa TIPEACTABISECT TOUYKOBYID XPOMOCOMY,
KOTOPYIO 3a4acTyI0 HE BUJHO Ha IpernapaTtax MOJIUTEHHBIX XpoMocoM [169]. KiroueBbim
MPEUMYIIECTBOM MAISPUHHBIX KOMApOB KaK UTONCHETHYECKUX MOJCIBHBIX OOBEKTOB
ABJISIETCSl HAJIMYME KPYIHBIX, YETKO OGMOPMIICHHBIX MOJIUTEHHBIX XPOMOCOM. ITO
MTO3BOJISIET CO3/1aBaTh LIUTOI€HETHYECKUE KapThl BBICOKOI'O PAa3pELICHUs U UCCIIEI0BATh
WHBEPCHOHHBIE NEPECTPOMKHU, KaK BHYTPU XPOMOCOMHBIX IUI€Y, TaK U MEXKIY HUMHU
[171]. CpaBHHTENIFHOE KapTHPOBAHUE YCTAHOBUJIO TOMOJIOTHIO TUICY CPEAHM BUIOB U
MOATBEPIAIIO, YTO TPAHCIOKALIMH LIEJIBIX M€Y U NapalleHTPUYECKHE HMHBEPCUU SIBIIIOTCS
oOIIMMU TIepecTporikaMu cpeai MHOXecTBa BuoB Anopheles [171].

Ha ceropssiHuii 1€Hb CaMbIM U3YYEHHBIM SIBISETCA APPUKAHCKHI KOMILIEKC
Gambiae. CreneHb €ero U3y4€HHOCTH HAIPSIMYIO CBSI3aHA C €ro 3MHUIEMHOJIOTHYECKON
3HAYMMOCTBIO Ha KOHTHUHeHTe [5, 172, 173, 174]. I'pynna y4éHbIX B CBOCH HeaaBHEH
paboTe MpoaHATM3UPOBATIN M 0000THIN TouTH 30-TETHHI MAaCCHB JTAHHBIX, COCTOSIIIHMA
u3 4yTh OoJee ueMm 35 Thicsu ocobeit komruiekca Gambiae. VMccnenoBarenu u3ydanu
CBSA3b MHBEPCUH C PA3IMYHBIMU 3KOJIOITMYECKUMHU IAapaMETPAMM CpPEIbl, B KOTOPBIX
oOuTaloT JaHHbIE BHUILI. B pe3yinbraTe JaHHOM paboThl OBLIO TOKa3aHO, YTO
onpenenEHHbIi HAOOp MHBEPCUN XapaKTePEH TOJIBKO JJIS Y3KOM HKOJIOTHYECKON HUIIIH.
Takol MHAMBUAYATIBHBIN 711 BUAA HaOOp HE BCTPETUTHh B JPYIMX KIMMATHYECKUX U
reorpaduueckux yciosusx [10].

WccnenoBanue pacnpezencHuss HoauMopdHBIX HHBepcuit y An. gambiae s.s.
NOKa3aJ0, 4YTo 67 pelKo BCTpeYaeMbIX UHBEpCHUM M3 82 mpuxoasTcs Ha miedo 2R, B To
BpeMsi KaK Ha OCTaJbHBIX ayTOCOMHBIX IJIe4aX OOHApY>KEHO JUIh MATHaAmaTh. Ha
M0JIOBOM XpoMocoMe X He OOHApy EHO HU OJTHON MOJMMOP(PHON UHBEPCHUH, B OTIUYHE
oT ¢ukcupoBaHHbIX nepectpoek [175]. TlogoOHoe pacnpenencHue NOTIEPKUBACT
CKJIOHHOCTH I1eya 2R K CTPYKTYpHBIM NEPECTPOMKAM M, BEPOSITHO, YKA3bIBAET HA €0
BOBJICUEHHOCTh B ajanTaiyio Buaa. Hanpumep, Takue nuBepcun kak 2Rb, 2Rbe, 2Rcu,
2Ru, 2Rd y An. gambiae gacto BCTpedaroTcs B 3aCyILIMBBIX caBaHHaX Caxens U MOUYTH
OTCYTCTBYIOT BO BJQKHOW SKBaropuanbHOW uact Adpuku [4]. [pyroit BaxkHOi

I/IHBepCI/I€I\/’I, TECHO CBSI3aHHOM C ApUAHBIMHU KIIMMATUYCCKUMHU YCIIOBUAMU B HCHTpaHLHOﬁ
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Adpuxke, sBuserca 2La. MccnenoBanus ykasplBaloT Ha TO, YTO 4acTOTa ATOW MHBEPCUU
YBEJIMYMBACTCS 110 MEpe IBMKEHUS K 0oJiee 3aCylIHBBIM pernoHam [173].
[TotHOreHOMHBIE HCCIIEI0BaHUS «HE APPUKAHCKUX» BUJIOB MAJSIPUMHBIX KOMapoB
HayaJld MOSBJISITHCS OTHOCUTENIBHO HEJJABHO, MEHEE MATHAALATH JIeT Ha3al. KirroueBbIM
MCCIICJOBAaHMEM IPOIILIOTO JACCATHIICTUS CTall MEKAyHAapOaHbIi npoekT «16 Anopheles
genomes» [14]. Dror mpoeKT ObLI TMOCBSIIEH CEKBEHUPOBAHHIO M COOpPKE T'CHOMOB
MaJISIpUHHBIX KOMapoB, OOMTAIOIIMX B TE€X PErHOHaX, IZe NpodiieMa Malspuu TaKXKe
aKkTyanpHa, Kak M B Ad¢puke (pucyHok 8). CekBeHHpOBaHME IIOKa3ajiao, 4YTO
WHBEPCHOHHBIC IEPECTPOMKH TECHO COIMPOBOXIAIOT 3BOJIOIMIO poja Anopheles Ha
IPOTSKEHUH Beero BpeMeHu. Kpome Toro, Obl10 yCTaHOBJIEHO, YTO SBOJIIOLIMS MTOJIOBBIX
XpOMOCOM BHYTpPH poJia HIIET B 2,7 pa3a ObICTpee 4eM 3BOJIIOLMS ayTOCOM 10 CPABHEHUIO
TakoBoW y mpencrasurenei Drosophila. Tak, Hamuuue MOJHOTEHOMHBIX COOpPOK
IIOMOTJIO HMCCJIENOBATENSAM KapTUPOBATh XPOMOCOMHBIE IIEPECTPOMKM Ha HOBBIX
[IUTOTCHETUYECKUX KapTax WIH YIy4IIUTh yxKe umeronuecs [176, 177, 178]. CpaBHenus
JUCKOBBIX PHUCYHKOB TOJUTEHHBIX XpOMOCOM BHYTPU BHUJAQ IIOMOTAlOT BBISIBUTH

MOJIMMOP(U3MBI, & MEXITY Pa3HbIMU BUJaMU (UKCHUPOBAHHBIE TIEPECTPOIMKH.

B An. gambiae
, B An. arabiensis

il SRR
mmemmmmnnnes - @ An. merus
{\ 30 MAH.AH. @ An. melas
y Y An. christyi
@ An. epiroticus
[ An. stephensi
B An. maculatus
[ An. culicifacies

\
\

Pyretophorus

&

® An. minimus
Cellia B An. funestus
CTaTyc nepeHocHUKa _: B An. dirus
Bl OnacHbii Y i [ An. farauti
100 MAH.A.H.
@ VYmepeHHbit e w

Anopheles, B An. atroparvus
_: [] An. sinensis
© An. albimanus
B An. darlingi

Culex quinquefasciatus
Aedes aegypti

Anophelinae

V'  He mssectro Nyssorhynchus

Culicinae

Pucynok 8 — I'eorpacdus, ctatyc nepeHOCUNKOB U MOJIEKYIIIpHas GUIoreHus 16 CeKBeHHPOBAaHHBIX
Bu0B Anopheles u mekoTopsix apyrux aBykpsuibix (13 Neafsey et al. 2015 ¢ moaudukanusamu)
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HuBepcHOHHBIN MOIMMOPPU3M Y MaJSIPUMHBIX KOMapOB HEpPEIKoe sBieHue. Yare
BCEro BCTpeyarTcs mnoauMopdusaM 1o ayrocomaM. HOKHOaAMEpPUKaHCKUI BUJT
Anopheles darlingi Root, 1926 wumeeT pa3iIHYHyI0 CTEIEHb MOJTMMOP(PHOCTH IO
ayrocomam [177, 179, 180], a IlapapByx 3aMeTHJI CBS3b JTHX HWHBEPCHH C
noBeneHdYeckumu peakuusamu [181]. Kpome monumopdusma B ayrocomax, y An. darlingi
BCTpEYACTCs OAWH TMOJIMMOP(HBIA BapHaHT MoJIoBOM xpomocombl X [177, 180], Ho
BIUsIHUE nouMopdu3ma He u3ydeHo. [IpuMeuarenbHo, 4TO CTENeHb MOAUMOP(HOCTH
BUJAa CHUXaeTcd ONMmke K 10KHOW dactu bpaswimu. CpaBHUTEIBHOE KapTUPOBAHME
azumaTckoro Buna komapa Anopheles sinensis Wiedemann, 1828 ¢ An. gambiae mokasaso,
yro mieun X, 2L u 3L roMosiornyHbl MEeXAY ABYMs BUJIaMH, B TO BpeMs Kak Iuiedo 2R
An. sinensis cootBerctByeT tiedy 3R An.gambiae, 4ro TOBOPUT O TOJHOH
TPaHCJIOKAIMH IIEJIOT0 XPOMOCOMHOTO Tuieda B Xoje 3Bojronuu BuaoB [176]. B xome
UCCIIEIOBaHUN OBLT TaKXKE BBISBICH €IUHCTBEHHBIM MOJMMOpP(pHBIN Bapuant B 3R,
HECMOTpsI Ha TO, 4To AN. SINENSIS B 1einoM, roMOMOP(HBIN BHJ, KAK U €ro OJIH3KUii
poacreennuk Anopheles stephensi Liston, 1901 [182].

st koMapoB appUKAHCKOW TPYMIbl WHBEPCHOHHBIN MOIUMOP(HU3M ayTOCOM
SBIISICTCS  XapakTepHod dyeprtod BumoB. Y Anopheles nili Theobald, 1904 O6pumn
oOHapy>KeHBI JIBa BEICOKO MOJIMMOPGHBIX BapraHTa B tuieue 2R, onnako B muieuax 2L, 3R
u 3L unBepcuit He ObuTO 0O0HapyxeHo. [Ipu cpaBHUTENEHOM KapTupoBanuu An. Nili ¢
An. gambiae 6sl1a yctanoBiieHa romoJiorus X, 2R u 3R mied, B To Bpems kak rieuo 2L
An. nili okazanocs romojoruudbiM 3L An. gambiae, a 3L An. nili romomornuno 2L
An. gambiae [183].

Haubonee wusyueHHoit rpymmoi cpeau Anopheles sisercs adpukaHckuii
rkomiuiekc Gambiae. Komrmiekc otHocutcs k moapoxy Cellia u cocroutr w3 cemwu
POJICTBEHHBIX BHJOB KOMapoB, KOTOpPBIE 3aMETHO OTJIMYAIOTCS TeorpaduyecKum
pacrpeneieHneM, SKOJIOTHYecKoi amantanuedi u mouckom xo3seB [10]. B stom
Komiutekce coctoar: An. gambiae; Anopheles arabiensis Patton, 1905; Anopheles
coluzzii Coetzee & Wilkerson, 2013; Anopheles funestus Giles, 1900. Dt Bumbl
SIBIISTIOTCSL OCHOBHBIMH TepeHocunkamMu Mmaisipun B Adpuke [18, 184]. Ux moxHO

OTHECTH K BBICOKOHOJII/IMOp(l)HBIM BHJaM, TaK KaK X ayTOCOMbI COACPIKAT MHOXKCCTBO
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Bapuanmii. Hampumep, wu3BecTHO, 4TO KapuoTum An. arabiensis omimyaeTcss OT
An. coluzzii u An gambiae msTei0 PUKCUPOBAHHBIMHY IIEPEKPHIBAIOLIUMUCST HHBEPCUAMU
B X-XxpoMocoMme (a, b, ¢, d, u g), a Takxke u3BecTHOM nHBepcuei 2L.a. Hanbosnee HOBbIC
coopku renomoB An. coluzzii MOPTI u An. arabiensis DONGOLA mnpemocraBuin
BO3MOKHOCTh MCCIICJIOBATEISIM UICHTH(PHUIIMPOBATH TEHOMHBIC KOOPJIWHATHI PETHOHOB
Pa3pBIBOB ATHX MHBEPCHI U (IIAHKUPYIOMINX MX TeHbI [185].

Takast BbICOKast CTETICHh MOJMMOP(HOCTH HE SBISACTCS YEM-TO PYJAUMEHTAPHBIM.
MHOXeCTBO UCCIIE0OBaHUI MTOKA3aJI0, YTO KaXK1ast U3 MHBEPCHUI OTBEYAET 3a a/IallTAIHIO
K TOMy WIA WHOMY apeally oOurtanus. Hampumep, HemaBHHE WCCIIEIOBAHMUS
POJIEMOHCTPUPOBAJIH Teorpaduyeckoe pacrpeneieHue moaIuMopGHbIX HHBEPCHH dTHUX
YeThIPEX BHUJOB M YCTAaHOBHIN dKojormueckue 3aBucumoctu [10]. Tak, ayis naBepcuun
2Rd y An. gambiae u An. coluzzii Opima moka3aHa CBsI3b C BBICOTHBIMU PETHOHAMHU, a
uHBepcus 3Ra y An. arabiensis, o4eBHIHO, CBS3aHA C MEPEXOJHBIM JIECO-CABAaHHBIM
oromoM. OTHAKO HHBEPCUOHHBIC MIEPECTPOHKH UMEIOT HE TOJIBKO KO-T€OTpaPrIECKyIO
NpPUBSA3KY HMEIOT HWHBEPCHOHHBIC IepecTpoiiku. Panee coolmanoch, 0 Ipyrux
KOPPEJSIIHSIX, TAKMX KakK: MPEANOYTCHUE XO3SWHA, YCTOWYUBOCTh K HWHCEKTHIIHAIAM,
YCTOMYMBOCTD K MapasuTudeckoMy mmiasmoanio (Plasmodium) [12, 186].

Ha ocHOBaHWM CpaBHUTEIHHBIX HCCICAOBAHNN IUTOTCHETHUSCKUAX M (PU3NICCKUX
KapT MaJIIPHIHBIX KOMAapoOB OBLI C/IEJaH BBIBOJ, YTO MAPAICHTPUYCCKUEC WHBEPCUH U
TPAHCJIOKAIMH EJBIX TUIEY SBJSIFOTCS €AMHCTBEHHBIMH 110 MAacCIITaly MepecTpOrKaMH,
KOTOPbIC TMPOUCXOAWIN B 3BOJIOIMH TCHOMOB MaspuiiHbIX KomapoB [178]. Ilpu
cpaBHeHMH TpEX BUAoB An. atroparvus, An. albimanus u An. gambiae ¢ npeakoBbIM
BUJIOM OBLIIO YCTAHOBJIICHO, YTO XPOMOCOMHBIE dJIeMeHThI AN. gambiae umerot Gombiiee
CXOJICTBO C MPEIIOIaracMbIM MPEAKOBBIM KApUOTHUIIOM, MTOCKOJIBKY OHH Pa3IMYaroTCs
BCETO JIUIIIb TPEMs TTAPAIICHTPUUECKUMHI HHBEPCUSMHU ¥ IMEIOT KOHCEPBATHBHBIC LIEITBIC
wieyn xpomocoM. Hamportus, xpomocomsr An. atroparvus oTiaudaroTcsi OT MPEAKOBOTO
KapuoTUIa ABYyMs TpaHciokamusmu (dacTh 2L mieda mepemnmia B miuedo 2R) u omHOM
napaneHTpudeckoil mHBepcued, a An. albimanus cobpanm B cBO&éM KapuoTHIle TpU
TpaHciaokauuu (yacte 1uieda 2L ynuia B 2R wm wacte 3L mepenuta 3R) m onny

napareHTPUYECKY0 HHBEPCHUIO MOCIIE PACXOKAEHUS C MPEIKOBBIM BUIOM. Mex 1y coooi
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An. gambiae u An. atroparvus oTiM4arOTCS ABYMS YaCTHYHBIMU TPAHCIOKALUSMHU U
TpeMsl mapaleHTpuueckuMu uHBepcusmu, An. gambiae u An. albimanus ornmuarorcs
APYr OT Jpyra TpeMsl YacTUYHBIMHM TPAHCJIOKAI[MSIMH U TPEeMs HapalieHTPHYCCKUMHU
uHBepcusimu, a An. atroparvus u An. albimanus otnuuaroTcss TATPIO YaCTHYHBIMU
TPaHCJIOKAIMSIMH U OJTHOM MapareHTpudeckor nHBepcueii [28].

Bonbiolt mHTEpeC y YUYEHBIX BBI3BIBACT CPAaBHEHHE HEAPKTHUECKUX BHIIOB C
naneapkTudeckumu. Cpear HEapKTUYEeCKOH MOArPYIIbI  UCCISAOBAINCH  BHIBI
Anopheles aztecus Hoffmann, 1935; Anopheles freeborni Aitken, 193;, Anopheles
occidentalis Dyar & Knab, 1906; Anopheles punctipennis Say, 1823; Anopheles earlei
Vargas, 1943; Anopheles quadrimaculatus Say, 1824. VccrnemoBaHus MOKa3ald, YTO
toasko An. beklemishevi, emuHCTBEHHBIN W3 BOCBMU MaCApPKTUYCCKUX BUIOB TPYIIITHI
Maculipennis umeer Hamboiblliee XPOMOCOMHOE CPOJCTBO K BHIAM HEAPKTUYCCKOH
noArpymibl. BaxkHOoW HaxoaKoi oka3anock TO, yTo An. earlei nuMeer mpoMe yTOUHYFO
CTPYKTYpPy XpOMOCOM, KoTopas cBs3biBaeT An. beklemishevi co crangapTHBIM BHIOM
(An. atroparvus). Bropas xpoMocoMa y HIX 0Ka3aJI0Ch IMOJHOCTBIO HICHTUYHOW, OJTHAKO
0 MPaBOMY IUIEYy TpeThel XpoMocoMbl AN. earlei oTimyaercst OT CTaHAapTa MO TaKOM
K€ THTAaHTCKOH (pukcupoBaHHOW MHBepcueid, uto u An. beklemishevi, 3a uckmoueHnem
Toro, 4ro y An.earlei BHyTpu 5TOH WHBepCcHMH HMeeTCs eI€ OJHa HeOOoJbInas

cobcTBeHHas uHBepcus [9].

1.4.3 ®uxkcupoBaHHbIe U NOJMMOP(HbIE HHBEPCHH BHYTPH MOATPYIIIbI

Maculipennis

[Moarpymma Maculipennis BkjrodaeT BHABI, aJalTHPOBAHHBIE K IIHPOKOMY
CHEKTpY KIMMaTH4YecKux U JaHamadtaeix ycnoBud [lameapktuku. Mx apean
OXBaThIBAET  KaK  arjaHThyeckue 30Hbl  3amagHot  EBpomsr  (Mpnannpus,
BenukoOputanusi), Tak M KOHTHHEHTAJIbHBIE paiioHbl EBpasuu, BKIOuUas Ypai,
3anagHyro u Boctounyro Cubups, BIioTh 10 AMypckoit odnactu Ha JlansHem Bocroke.
B mepuanoHanbHOM HanpaBiIE€HUH MPEACTABUTENM 3TOW MOATIPYIIIBI BCTPEYAKOTCS OT
apKTHYECKUX U CyOapKTHUECKHX O0JiacTell 10 CTEMHBIX, MOJYIMYCTBIHHBIX M JaXe

NyCThIHHBIX 30H LleHTpanbHoit A3un u bimxHero Boctoka [168, 187, 188, 189]. Muorue
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BUJBl YCHEIIHO 3aceisifoT OmoTornbl Cpean3eMHOMOPCKOTO MOOEpPEXbs, BKIOYAs Kak
BJIQKHBIC CEBEpHBbIC, TaK WM 3acCylUIMBBbIE BOCTOYHBIC PETHOHBI, YTO OTpakaeT WX
BBICOKYIO dKoyoruueckyio rmiactuunocts [190]. IpucyrctBue BumoB Maculipennis B
TaKUX Pa3HOOOpa3HBIX (ayHUCTHYECKMX 30HAX, Kak OopeaipHasl Talra, JECOCTEIlb,
I0KHBIC CTEIIM W MaKBUC, CBHJIETEIHCTBYET O JPEBHEM M JBOJIOIMOHHO YCTOWYHMBOM
XapakTepe apeaia, a TaKke 00 aJanTanusx K pa3iuyHbIM PEXHMaM BIIXXHOCTH,
doToneproma u Temreparyp.

Bonpmias pabota Mo WHBEPCHOHHOMY MOJUMOP(H3IMY MaIPUHHBIX KOMapoB
noarpynmnsl  Maculipennis Obuta mpogenmana ¢ 60-X TOJOB MPOILIOrO CTOJICTHS U
omybnkoBaHa B 1991 r oredectBeHHBIM Tpodeccopom Bramgumupom HukonaeBudem
Creranem [9]. B. H. Crerauii mpoBEN CpaBHHTEIbHBIA XPOMOCOMHBIA aHAIH3 JUIS
MHOTHX BuaoB moxarpynmel Maculipennis. Ilpu stom 3a craHmapTt ObLI B3ST BHJI
An. atroparvus, ucxoass W3 MPEANOJIOKeHH O Tom, 4To AN. atroparvus smBisiercs
IBOJIIOIMOHHO MCXOTHBIM BHJIOM HE TOJIBKO JUISI TAJICAPKTUIESCKOM MOTPYIIIbI, HO U JIJIS
Bceit rpynmel Maculipennis. CpaBHUTEIbHBIN aHAIM3 JJIS TIOJIOBOM XPOMOCOMBI Oy/IeT
paccMOTpEH MOAPOOHO B CIEAYIONICH TTIaBe.

JleTanbHBIN aHANMM3 JIGBOTO IUIEYa XPOMOCOMBI 2 HE BBISBHJ HUKAKHX
CTPYKTYPHBIX HM3MEHEHHUH. JIeBOE IUICY0 BTOPOM XPOMOCOMBI HACHTHYHO Yy BCEX
CpaBHUBaeMbIX BUJIOB. IIpaBoe TuIEYO BTOPOH XPOMOCOMBI TAKXKE M0 U3MEHYHBO.
[llectp BUIOB UMEIOT WACHTUYHYIO CTpyKTypy 2R: An.sacharovi, An. atroparvus,
An. maculipennis, An. melanoon, An. messeae u An. martinius. EquHCTBEHHBINH BHI,
UMCIOIIMH YHUKaIbHYIO CTpYKTypy 2R — An. beklemishevi, koTopsiii ornnuaercs ot
craHgapta (MKCHPOBAaHHON MHBepcuer B yyacTkax 8a-11c [9] . Jliast An. messeae Obiia
OIMCcaHa 3aBUCUMOCTh PaclpocTpaHeHus HHBepcuu 2R1 oT mmpoTsl apeaiia oOUTaHMs,
npu4EM UHBEPTUPOBAHHBIN BapuaHT ObLT O0Jiee pacipoCTpaHEH Ha ceBepe apeasa. ITo
MO3BOJIMJIO aBTOpPaM TMPEIIOJIOKUTh HAIWYWE BOBJICUEHHOCTH 3TON WHBEPCHH B
aJlanTalrio K 00JIee XOJOIHBIM TeMIepaTypHbIM pexrmam [166]. Dto npeamnonoxenue
KOCBEHHO ITOJITBEPIKIACTCSI COBPEMEHHBIM UCCIIEI0BAaHIEM, POBEAEHHBIM 32 40-TeTHUI
MIEPHOJI, KOTOPOE BBIABUIIO CHMKEHUE 4acTOThl BapuaHnTa 2R1 Ha Tteppuropun Poccun,

COITPOBOXKIAEMOE MOBBIIIICHUEM KPYTJIOTOJUYHBIX TeMIiepatyp 1o crpane[191].
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CpaBHEHHE MpaBOro IUIEYa XPOMOCOMBI 3 MOKa3ajno, 4To cTpykrypa 3R
An. atroparvus, xapakTepHa Takke it BuaoB An. sacharovi m An. martinius. Takue
BuAbl Kak An. maculipennis u An. melanoon, umeromue HACHTHYHBIE MEKIY COOOi
XPOMOCOMBI, OTJIMYAOTCS OT CTaHJapTa N0 (PUKCUPOBAHHON MHBEPCUM B ydacTKax 23c-
28a. An.messeae umeeT UACHTHUYHYIO CTPYKTYypy 3R ¢ mpeaplayliiMu BHIAMH.
An. beklemishevi otmmuaercss ot cTaHmapra TMHTaHTCKON (UKCHPOBAHHON HHBEPCHEH,
JOKAJIN30BaHHOW B y4dacTkax 24B-30c. CpaBHeHHE TIO JIEBOMY IUJIEYY TPEThER
XpOMOCOMBI [OKa3ajo, 4YTO YEThIpe BUAA HMEIOT HUIACHTHUYHYIO CTpPYKTypy 3L:
An. atroparvus, An. maculipennis, An. melanoon u An. messeae. OT cTaHIapTHOTO THIIA
3L omyimuaercs An. sacharovi, uMeronuii GUKCUPOBAHHYIO HHBEPCHIO B y4acTKax 35c-
36a, a An. martinius otimyaeTcst OT Hero 1Mo mHBepcuu 368-398 [9] .

HccnenoBanusi AEMOHCTPUPYIOT, YTO MaJeapKTUUECKHUE BHUBI OTIMYAIOTCS JAPYT
OT Jpyra (GUKCUPOBAaHHBIMU MIEPECTPONKAMH B OJTHOM, JIBYX UITH BCEX TPEX XPOMOCOMaX,
U TONbKO ABa Buaa — An. maculipennis u An. melanoon — UMEIOT IUTOreHETUYCCKU
UJCHTUYHBIE MEXKAY COOON XpOMOCOMBI. IIEeHTHYHOCTh XpPOMOCOM TaK ke XapakTepHa
s BugoB An. atroparvus u An. labranchiae [9] .

Ocoboe BHuUMaHMe B cBoed pabore [9] aBTOp ymenser Bumy AN. messeae,
UCIIOJIb3Ysl €T0 KaK MpuMep reorpaduyeckoil "3SMEHYMBOCTH MHBEPCUOHHBIX YaCTOT, TaK
KakK 3TOT BUJ UMEET TMTaHTCKUU apeal (3aHUMaeT OopealibHyl0 4acTh [laneapkTukn).
An. messeae, 3aHMMas TEPMHUHAIBHOE TOJOXKEHHE B (UIIOTCHUM MaleapKTHUECKON
rpymmnel  Maculipennis, o6imagaeT HauOOJBIIMM HHBEPCHOHHBIM IMOJMMOPGU3MOM |
DKOJIOTUYECKON  macTudHOCThEO  [192].  An.messeae wumeer TMATh  IIUPOKO
pacnpocTpaHEHHBIX HHBEPCHI, CYIIIECTBYIOIIUX B T€TEPO- U TOMO3UTOTHBIX COCTOSTHUSIX.
OHM PHUCYTCTBYIOT BO BCEX TPEX XPOMOCOMAX M, COOTBETCTBEHHO, PACIIOJIOKEHBI: JBE
— B BapuaHTax nojoBoil xpomocome XL1 u XL2, u mo ogHOI — B BapuaHTax ayTOCOM
2R1, 3R1, 3L1. Bug 6bu1 u3yuyeH B reorpauuecky OTAANIEHHBIX MyHKTaX MPAKTUYECKU
no Bcemy apeany. Jlnsg Hero Obula cocTaBieHa BIIEPBbIE ILMTOJOTHYECKas KapTa
xpomocom Cternuem [9], a crmycTs Tpuamarhk Jier ObUIa OMyOJIMKOBaHAa COBpEMEHHAs

KapTa BBICOKOTO paspernieHus [16].
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B npenenax apeama An. messeae HepeaKO MOXXHO BCTPETUTh MOMYJIALMH
KpUITHYeCKoro Buaa An. daciae, Takke XapaKTEpU3YIOIIETOCS BBIPAKCHHBIM
WHBEPCUOHHBIM noaumMopduzMom. B otnensHbIx perrnonax Poccuu, Hanmpumep 3amnainoi
CuOupu, MOXHO BBIICIUTh OTAEIbHbIE OOJACTH CHUMIIATPUU JAHHBIX BUIOB. B
HACTOsIIIIEe BPEMS CYIIECTBYIOT TPU TOUKH 3PEHUSI OTHOCUTEIBHO CYIIECTBOBAHUS ITUX
JIBYX BHJIOB U UX HOMCHKJIATYPHI.

[lepBass Touyka 3peHHS CTPOUTCS HA OCHOBAaHMM XPOMOCOMHOIO aHAJW3a,
MOJIEKYJISIDHBIX ~ MapKepOB W  DKOJOTHYECKHMX JAHHBIX. bBBUIO  yCTaHOBJIEHO
CYLIECTBOBAHWE JBYX PENPOJYKTUBHO H30JUPOBAHHBIX BHJIOB —  YCJIOBHO
o0o3HaueHHbIX Kak GopMbl A u B. M3nayanbHO ux paszjeneHue 0a3upoBaioCh Ha
KOMOMHAUMAX HWHBEPCUU TMOJHMTETEHHBIX XPOMOCOM, KOTOpbIe 0O0pa30BBIBAIN
YCTOMUMBBIE «aCCOLMATUBHBIE TPYyNNbl» U JAEMOHCTPUPOBAIH MOJOKUTEIbHYIO
aCcCOPTaTUBHOCTD CKpEILINBaHUA. JanpHeniume MOJEKYISIPHO-TEHETUUECKHE
uccnenoBanus (aHanmu3 EcoRI-takcompuntoB u ITS2) noarBepaunan OTCyTCTBUE
TUOPUIHBIX (DOPM U BBISIBUIIM PA3JIMUMs B MOCIEAOBATEILHOCTIX MEX Ty hOopMamHu, 4To,
Hapsly C OBEIEHYECKUMH U HKOJIOTUYECKUMHU OCOOEHHOCTSMU (B TOM YHCJIE Pa3HbIMU
MEeCTaMU 3MMOBKH ), YKa3bIBa€T HA UX BUJOBYIO CAMOCTOSATENbHOCTh. CpaBHEHHE C paHee
OMHMCAaHHBIMM TAaKCOHAMU TIO3BOJIMJIO aBTOpaM YCTaHOBUTh, 4TO AN. messeae A,
An. daciae u An. messeae s.s. ABJISIOTCS CHHOHUMaMM OqHOro Buaa — An. messeae Fall.,
B To Bpems kak An.messeae B wu An. lewisi Ludlow, 1920 — npyroro, panee
HEJOOIEHEHHOIO BH/a, BOCCTAHOBJIEHHOI'O IO BaluAHBIM HaszBanueM An. lewisi. [24,
23, 25, 193].

BTtopas Touka 3peHHsi OCHOBaHa Ha Pe3yJibTaTaX CPAaBHEHUS MOCIEA0BATEIbHOCTEN
BHYTPEHHET0 TpaHckpuOupyemoro crneiicepa pudbocomansHoi JJHK (ITS2). Pesynbratst
YKa3bIBAIOT Ha pa3jinyMe JUTUH MociaenoBareabHocTel y An. daciae u An. messeae, 4to
CBHUJIETEJILCTBYET O TOM, YTO 3TO JIBa Pa3IM4YHbIX Buaa [26, 27, 16, 22].

Tpethst Touka 3peHMs yTBepkaaer, uto An. daciae He mpejacraBisier coOOH
OT/ICJIbHBIA BUJ, a SIBJIAETCS BCEro JMIIbL Pa3HOBUAHOCTHIO AN. Messeae, y KOTOporo
Ha0JTI0TaeTCs KpaitHe OOIIMPHBI XpOMOCOMHBIN nouMopdusm [191]. Ha ceroanasimauii

ACHb HAY4YHOC COO6H1€CTBO HC JOCTUIJTIO KOHCCHCYCA 110 JaHHOMY BOIIPOCY, TaK KaK HECT
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B JIOCTATOYHOM KOJHMYECTBE HA0Opa J0Ka3aTeIbCTB HHU JJIS MOATBEPIKIACHHS, HU IS
OIIPOBEPIKEHUS JIFOOOTO U3 BBIIICTICPSUNCIICHHBIX MHCHUH.

JIpyruM BBICOKO TOJTMMOP(HBIM BHJIOM MOXHO Ha3Bath An. beklemishevi. Drot
B/ IMEET CaMblii CEBEPHBIH apeaj pacpoCTPaHEHUS CPeIn APYTrUX BUAOB Ipymibl. OH
3aHUMAaeT TEPPUTOPHIO OT 3aIaJHOTO MoOepekbs baaTuiickoro Mops 10 0acceiHa peKku
JleHsbI ¢ 3amaja Ha BOCTOK, U OT JIECOTYHIPOBOI 30HBI 10 TOPHBIX cucTeM Anras u CasH
c ceBepa Ha ror. An. beklemishevi xapakTepu3yioT Takue 4YepThl KaK YHHUKAJIbHBIH
KapHOTHII, COCTaB BHYTPUBHUIOBBIX XPOMOCOMHBIX WHBEPCHH, OKpacka U MOP(OJIOTHs
SUI, TPUYPOYCHHOCTh K OMNPEACIEHHBIM KIMMATHUYCCKAM 30HAM, DPEMPOAYKTHBHAS
u3osaus ot An. messeae [194]. CpaBHHUTENBHBIH aHAIM3 XPOMOCOM IIOKa3all, YTO
An. beklemishevi pesko orimuaercs ot cobcrBenHo An. maculipennis mensiM psgom
CITO’KHBIX (DUKCHPOBAHHBIX IEPECTPOEK, YTO MO3BOJIIET 3Ty (HOpMy paccMaTpUBaTh Kak
caMOCTOSTeNbHBIN Bu. B uccienoBannbix nomysaausx An. beklemishevi 6s110 HaitneHno
J€CATh THIIOB MapallcHTPUYECKUX T'€TEPO3UTOTHBIX HMHBEPCHI: JBE IMEPEKPHIBAIOIINC
MHBEPCUH B X-XpOMOCOME, TPU B MPABOM ILICYE BTOPOH XPOMOCOMBI, ISATh B MPABOM
mjiede TPEThe XPOMOCOMBI; TaKKe ObUIO HAMACHO MO OJHOW MHBEPCHH B KAXKJIOM M3

JICBBIX IIJIEY BTOPOH M TpeThel XxpoMocoMmsl [9].

1.4.4 MexBuaoBbIe pa3ianyus X-xpomocombl B noarpynme Maculipennis

brnaromapss ¢cBouM OCOOCHHOCTSIM MaJIIPUHHBIE KOMapbhl WMEIOT B HEKOTOPBIX
TKAHSIX OpraHu3Ma (HampuMmep, B MaJbIIUTHEBBIX COCYAaX, CIIOHHBIX JKele3axX WU
MUTATSIBHBIX KJIETKAX SUYHUKOB) HAOOp IOJMTEHHBIX XPOMOCOM, YTO JeJacT HX
YpE3BBIYANHO YIOOHBIM OOBEKTOM IS UCCIIEAOBaHUN. XPOMOCOMHBIN HA0Op KOMapoB
poaa Anopheles comepxut mo aBe IByIUIEUHE ayTOCOMBI M OJJHY CPaBHHUTEIBLHO MAIyIO
X-XpoMOCOMY, B KOTOPOH TMOJMTCHHU3AIMS MPOUCXOIUT TOJIBKO B JICBOM ILICYE, M3-3a
Yero B JUTEPATYPe MOXKHO BCTPETUTHh 00o3HaueHne XL, a He nmpocto X. Cuurtaercs, 4To
paBoe IUIEUO TOJHOCTBIO TE€TePOXPOMATH3UPOBAHO, MOITOMY, Ha XPOMOCOMHBIX
mpenaparax OHO HE BU3yaIM3UPYETCs, a GU3NIECKOE KapTUPOBAHKE HE MPECTABISETCS

BO3MOXKHBIM TCXHHUYCCKH.
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Crnemmduka HAy4YHBIX pa0OT 1O BHIAM MNAJICAPKTHYECKOTO KOMILIEKCA
MOKa3bIBAET, YTO CPABHUTEJBbHBIN aHANM3 MOJUTCHHBIX XPOMOCOM B TOATPYIIE
Maculipennis HaunHaeTcs Ha IIMTOTCHETHYECKOM YPOBHE, KOTOPBIA IMOIpa3yMeBaeT
COIIOCTaBJICHUE JMICKOBOTO PHCYHKa WCCIEAyeMOro BHIAa OTHOCHUTEIBHO BHJIA,
HPUHATOTO 3a CTaHAapT. [ TaHHOTO KOMIUIEKCca 3a CTaHAAPT ObLT IPUHAT €BPOIEHCKUI
BU An. atroparvus, a riiaBHO€ KpPYMHOMACIITa0OHOE MEXBHUJOBOE CpaBHEHHE OBLIO
nposeneno B. H. Crerauem B mpouutom cronetuu [9].

CornacHo 3ToMy aHanmu3y, s Tpéx BumoB An. atroparvus, An. melanoon wu
An. maculipennis xapaktepHa uaeHTHYHas cTpykTypa tuieda XL. An. sacharovi umeer
TaK K€ MHBEPCUOHHOE OTIMYHME OT CTaHmapra B ydacTtkax lc-3a, a y An. martinius
MPOUCXOAUT HMHBEPCHUS JTOr0 pailoHa ¢ HeOompmuM caBuroM Ha 1-2 gucka. Y
An. messeae ywactok 2B-3B MEPEXOJUT B IICHTPAIBHYIO O0JIACTh, U3MEHSS CBOE
HampaBJIeHUE Ha MPOTHBOIIOIOKHOE IO CPABHEHUIO CO CTaHAAPTHBIM BUAOM. [l
An. beklemishevi oTmeuanoch HalM4dMe CIOXKHBIX MEPECTPOCK MHBEPCHOHHOTO THITA B
obactu 2¢-3¢, OTIMYAIONIMXCS OT cTanaapTa (pucynok 9) [9].

BBugy TOro, uto aHamm3 ObUI TPOBEAEH JOCTATOYHO JAaBHO, B YCIOBHSAX
OTCYTCTBUSI COBPEMCHHOTO OCHAIICHUS W METOJOJIOTHI, HEKOTOpbIE W3 JIaHHBIX
BIIOCJICICTBUM OKa3aJlUCh HE TOYHBIMUA. HenaBHee WUCCIeAOBaHHE ITOBTOPHIIO
CpaBHUTEIILHBIA aHa M3 MOJIOBOW XpoMocombl B rpymnme Maculipennis, wucnons3ys
COBpEMEHHBIC METO/IbI U IMOJTHBIN TeHOM Jutst AN, atroparvus [22, 28]. B pabote cpaBHHIN
XpoMOCOMBI cemu BHIOB: An. atroparvus, An. labranchiae, An. maculipennis,
An. messeae, An.sacharovi, An. beklemishevi wu3 Ilaneapkruueckoit QayHsl u
An. quadrimaculatus u3 Heapkruyeckoii ¢ayHbl. Beutn pa3paboTaHbl T'€HETHUECKHE
MapKepbl ¢ MHTEpBAJOM B | MJIH IL.H. BIOJIb Bceil X-xpomocombl An. atroparvus u
JIOKAJTM30BaHbl HAa XPOMOCOMAax HCCIEAYEMbIX BHUJIOB. MapKepbl YCJIOBHO JICIIHIIH
XPOMOCOMBI Ha CHHTEHHBIE OJIOKH, a JaHHBIE 00 WX TOPSIKEe M OPUEHTAINW JaBajH
MH(POPMALIKIO O MepecTpoiikax. Pe3ynbTaThl moka3anu, 4To UCCIIeAyeMble BUAbI TaK WIH
VMHAUYe OTJIMYAIHUCh OT craHjapra nepecranoBkamu JIHK-mapkepoB. ABTOpHI pabOThHI
TaKXKe yKa3all Ha HaJMuue HEOOBIYHBIX TPAHCHO3HIMIA y AN. MeSSeae, KOTOpble MOTIIN

Obl 1o co0O0il CKphIBaTh HECKOJBKO KPYMHBIX BHYTPUXPOMOCOMHBIX IE€PECTPOEK.
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CoBpemeHHass PEKOHCTPYKIUS (UIOTeHHH corjacyrorca ¢ gaHHbiMu 2018 roma, 3a

uckarodenreM An. beklemishevi, kotoperii, kak oka3aloch, OTIMYAICS OT CTaHAapTa

HIECTHIO IEPECTPORKAMH.
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Pucynok 9 — cxematuueckoe cpaBHEHHE MMOJIOBOI XpoMocoMbl X y BUAOB KoMIUiekca Maculipennis,
(u3 Crernumii B. H., 1991 ¢ moaudukarusmm)

Ha Tekymmii MOMEHT TOJBKO TpH BHUIA MOATPYNIBI  CUHTAIOTCA
BbICOKOTONIMMOpGHBIMH:  An. messeae  u  An. daciae  uMEIT  XPOMOCOMHBIN
noMMMOpP(H3M Kak MO ayTocoMaM, TaK M IO X-XpOMOCOME, B TO BpeMs Kak

An. beklemishevi nmomumopden mumes mo X. [ns usydenus An. beklemishevi Obura
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pa3zpaboTaHa OpWUTHMHAJIbHAs IUTOTCHETHYECKas KapTa Ha OCHOBE OKpPAIIEHHBIX
HOJMTEHHBIX XPOMOCOM CITFOHHBIX %kelé3 [166]. Panee cooO1manock, 4To 3TOT BUJ KIMEET
crangaptHbeiii BapuaHnT X0, a taxke nosmmopdueie X1 u X2. Iomumopdusmel ObLIH
HalJIeHbl JIUMIIb B TeTepO3UTrOTHhIX cocTosHusX: XO01 u X02, npearnonaokuTenbHO
CBSI3bIBAsl 3TO C JeTalbHBIM 3(pdekToM romosuroTsl [9, 15]. Omnako, HemaBHUE
UCCJIEIOBAHMSI, OMMPASICh HAa COBPEMEHHYIO LUTOT€HETHUYECKYIO KapTy BBICOKOTO
pa3penieHusl CBUAETENbCTBYIOT O NIMPOKOM PACIPOCTPAHEHUU >KHU3HECIIOCOOHBIX
TOMO3HUTOTHBIX 0C00eil ¢ moJuMOppHBIMU HHBepcusMH X1 u X2 B NPUPOIHBIX
MOMYJISIIMSX, IT0 MEHBIIEH Mepe, Ha TeppuTopun 3anamnoi Cubupu [Artemov et al.,
2018a; CoboseBa u jp., HeomyO].

Jlnst An. messeae B paHHUX MCCIIEI0BAHUIX COOOIIANOCH, UTO X-XpoMocoMa Oblia
HaiiieHa B 1Byx BapuanTax X1 (crangapt) u X0 (monumopdusm). Ceituac ycTaHOBIIEHO,
gyT0 AN. MESseae uMeeT JiBa BapruaHTa MOJIOBOK XPOMOCOMBI — CTaHJapTHBIN X1 1 MeHee
pacupocTpaHEHHBIM MOAUMOp(HBIA BapuaHT X2. J[lns 3THUX BapuUaHTOB TaKke
oIyOJIMKOBaHA ITUTOr€HETHYECKas KapTa BbICOKoro paspeimrenus [16]. Kpome Toro,
M3BECTHBI yHOMHHaHMs BapuaHToB X4 [166, 195] u HeomyOIMKOBaHHBIC CAMHUYHBIC
HaxOoJKHU uccliienoBareneit ¢ apuantamu X7 u ap. [lonmumopdusiii Bapuant X0, panee
oTHOcAIUACA K AN. messeae, siBIseTCs Ha CaMOM JieJie paclpoCTPaHEHHBIM B CTETHOU
30He BapuanToM Jiiis An. daciae, B To Bpems kak X1 Oojiee pacrpocTpaHEH B TaéKHON
3oHe. Jlns BapuanTta nonumopgHoro BapuaHta X0 Tak Ke HMEeTcsl COBpEMEHHas

[UTOreHETHYECKas Kapra [16].

1.4.5 MoaekyasipHasi opranu3aiusi Touek pa3pbiBoB y Anopheles u poJb

MOOMJIbHBIX 3JIEMEHTOB

N3ydyeHne MOJIEKYISIPHOU MIPUPOABI TOUEK Pa3pbIBOB XPOMOCOMHBIX UHBEPCUU Y
komapoB poaa Anopheles naér ko4 K TOHMMAaHUIO MEXaHW3MOB MX BO3HHKHOBCHUS,
CTaOUJIBHOCTU U BO3MOKHOM aJaNnTHBHON 3HAUMMOCTH. HakomnjaeHHbIe K HACTOSILEMY
BPEMEHH JaHHBIE JEMOHCTPUPYIOT 3HAYUTENIbHOE pPa3HOOOpazue CTPYKTYPHBIX

ocoOeHHOCTEH BHYTpHU TaKHMX TOYCK, BKJIrO4asd Y4acCcTHC MOBTOPAOIINXCS
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MOCJIETIOBATEILHOCTEH, MOOMIIHHBIX DJIEMEHTOB, a TAK)KE CETMEHTHBIX TYIUTHKAIIAN, YTO
yKa3bIBaeT Ha MyJIbTU(HAKTOPHBIN XapakTep uX GOpMUPOBAHHUSL.

Touku pa3peiBoB uHBepcuidi y Anopheles neMOHCTpHPYIOT IIMPOKHN CIIEKTP
MOJIEKYJISIPHON apXHUTEKTYphl. B ONHUX Cilydasx OHU MPEJICTaBISIOT COOOM MpOCThIE
IEPECTPONKH B YHUKAJIBHBIX MOCaeHoBaTeIbHOCTAX [196, 197, 198], B npyrux — GoJee
CIIOXKHBIC CTPYKTYpbI, BKIIOYas WHBEPTUPOBAHHBIC NYIUTMKAIMA W CTYNEHYATHIC
pa3pbibl [199]. DTH Bapualiuy BIMSIOT Ha TEXHUYECKYIO BO3MOKHOCTD MX O0OHApPYKEHUS
U aHHOTaIlMU Npu coopke reHoma. OcoOyr0 TPYJHOCTh BBI3BIBACT KAPTUPOBAHUE TOUYEK
Pa3pbIBOB M UX OKPECTHOCTEH, COEPIKAIINX MHOTOUHCIICHHBIE TIOBTOPHI MITH MPOOETIHI B
coopke renoma. Hampumep, mis An. gambiae ¢ momornp0 HECKOJIBKHUX T€HOMHBIX
coopok (PEST, Pimperena m Mali-NIH) u cexBenupoBanus kinoHoB BAC cmoriu
MIAEHTU(UUIMPOBATh JHIIb YacTh TOYEK pa3pblBOB s uHBepcuid 2Rb um 2Rbe.
OOGHapyXeHHBIE Y4aCTKHU OKa3aJIuCh HACBIIIECHbI MOBTOPSAIOIIUMUCS
MOCJICAOBATEILHOCTAMU U CoAepkamu HepocTaromue Gparments [200].

HNuBepcus 2Rb nnuHoit okosno 7,5 MO saBnisieTcst oO1miei st BUAOB-OJIM3HEIOB
An. gambiae u An. arabiensis, 4To CBHICTEILCTBYET 00 WX OOIIEM 3BOJOIMOHHOM
MPOUCXOXKACHUN. MONEKYyISIpHOE MCCIEOBAHUE CTPYKTYpPHI TOUYEK Pa3pbIBOB JTaHHOM
MHBEPCHH BBISBUIIO, YTO Kak B mIpou3BogHoM (2Rb), Tak u B crammaprHom (2R* P)
pacmooKeHNH, BHEIIHNE (DIaHKUPYIONIUE YYACTKU COAEPHKAT TAHIEMHO BBICTPOCHHBIC
KOMUU OJIHOTO " TOTO xKe MOBTOpA TUTUHOM OKOJIO 30 n.H.
(ACTTTTGCGATTGTCGCAAAAACTTCTGCGA), [200]. Hamuume  Takux
YIOPSITIOYCHHBIX MMOBTOPOB Y O00EMX TPAaHUIl WHBEPCHH IPEATNOIAaracT MX BO3MOXKHOE
y4acCTHE B MEXAHU3ME MEPECTPONKH.

[ToBTOpHOE MCIOJBL30BAHUE TOUYEK Pa3pbiBOB B 3Bosonmu Anopheles He penkoe
sBJIcHHE. JTO ObLIO MOKa3aHo mpu aHanmu3e uHBepcuit 2Rb, 2Rc u 2Rd y An. coluzzii
metogoM Hi-C [201]. M3 mrectd TOuYeKk pa3pbIBOB TOJBKO YETHIPE OKA3aJIUCh
YHUKaJbHBIMU, a 1B€ — OBLIN 3a/IeHCTBOBAHbBI B HECKOJIbKUX UHBEPCUSX. B TpEX U3 HUX
OoOHapyXeHbl MacCHBBl OJHOTO W TOTO K€ CaTeJUIMTHOTO TIOBTOpPA, HMMEIOIEro

XapakTepHyl0  MOCIEAOBATEIBHOCTH  pa3MepoM  Tak ke  okono 30 m.H.

(TTTTGCGATTGTCGCAAAAACTTYTGCGAC),, uro mpeamoyiaraeT ydacTue
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JaHHOTO MOTHBa B oOpasoBanmu wuHBepcuii [200]. BeposiTHO, Takue MOBTOPHI
JEUCTBUTEIBHO CIIOCOOCTBYIOT CTPYKTYPHOM HECTAOMILHOCTH T€HOMA B ATUX Y4aCTKaX.
Jlaxke B T€X MHBEPCUSIX, T]Ie JaHHBIA CATEJUTUT OTCYTCTBYeT, Hanpumep B 2La u 2Rj, B
TOYKAaX  pa3pblBOB  BBISBJICHBI  JIPyTH€  HEKOAUPYIONIUME  MOBTOPSIOIIUECS
MOCJIEIOBATENBHOCTH, YTO MOJATBEPKAAET Oosee OOUIMil MAaTTEPH Yy4acTHsl MOBTOPOB B
3THX nepectpoiikax [199, 202].

[IpumepoM CBSA3M CETMEHTHBIX AYTUTMKALIUNA C IEPECTPOUKAMU SIBIISIETCS] HHBEPCHUS
2Rj y An. gambiae, accouunpoBanHas ¢ XpoMocoMHO# ¢opmoii Bamako. O6e Touku
pa3pbIiBOB (hIaHKUPOBAHBI UICHTUYHBIMU BCTaBKaMu pazmepoM 14,6 KO6. OnuceiBaeMblie
BCTaBKH COJIEpKaJld TepMUHAJIbHbIE HHBepTHUpoBaHHbIE MOBTOPHI (TIRs) mo 5,3 KO,
pazaenénnsie crieiicepoM B 4 KO, u ocTaTku MOOMIIBHBIX 3JIEMEHTOB, JIMIIEHHBIE CBOCH
Konupytomed (YHKIUA W TOABUKHOCTH. XOTSI OHH U COJEpPXkKadud OCTAaTOYHBIC
dbparmenTsl MOOMITBHBIX A1eMeHTOB I 1 Il kitaccoB, Bkitouas petporpancno3ons! u JJHK-
TPAHCIO30HbI, JaHHbIE CTPYKTYpbl HE 00JIaJaiy KOJUPYIOIIMM IMOTEHIUAJIOM U
MOOMIIBHOCTHI0. Kpome Toro, mojo00HbIX MOCIe10BaTeIbHOCTEN He ObLIO0 0OHAPYKEHO B
Apyrux ydacTkax reHoma An.gambiae, 4ro yka3blBaeT Ha WX YHHKAJIbHOCTH |
OTCYTCTBHME  THUMNUYHBIX  MPU3HAKOB  TPAHCIO30HOB. OJTH  BCTaBKU  ObUIH
OXapaKTEepU30BaHbl KakK HU3KokomuitHbie mOBTOpHl (low copy repeats, LCRs),
YYaCTBYIOIIIME B O0Opa30BaHMM MHBEPCHM YEpe3 HEAUICIbHYI0 TOMOJIOTHYHYIO
pexomoOunanuto (Non-allelic homologous recombination, NAHR) [202]. B oxanoii u3
MOJICBBIX TOmyJsiiii An. gambiae Oblna 3aduKCUpOBaHA HETOYHAS SKCIU3MOHHAS
penapanus cinydaitHoi BctaBku LCR, 4TO m03BOJIMIIO aBTOpaM UCCIIEA0BAHUSI TOBOPUTH
0 MPOIOJDKAIOIICHCS CTPYKTYPHOU HECTAOMILHOCTH STOTO y4acTKa reéHOMa.

CKoIUIeHHs TPAaHCIO30HOB M APYTMX MOOMJIBHBIX 3JIEMEHTOB TaKXe€ XOPOIIO
3aJJOKYyMEHTHPOBaHbI BOJIM3M TOYEK pa3pbiBoB y BumgoB Anopheles. Hawuboiee
pacrpocTpaH€HHBIN TpuMep — uUAeHTUHUKAIM peTpodaementa Odysseus B Touke
paspeiBa mHBepcuu 2Rd y An. arabiensis [203, 204]. Kpome TOro, TpaHCIIO30HBI
cemeiicte Mariner, T1, Q, a Ttakke MITE-anement Pegasus neMOHCTpUPYIOT
MIPEAPACIIONOKEHHOCTD K JIOKAIU3ALUU B TPULIEHTPOMEPHBIX y4acTKaxX U XpOMOLIEHTPE,

rje Hepeako HaomoaaoTes nasepcun [205, 206]. HakorieHue TpaHCIIO30HOB MOXKET HE
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TOJILKO MHUIMHPOBaTh BOMHBIE pa3pbiBbl JJHK, HO u cmocoOcTBOBaTh MOIaBICHUIO
peKOMOMHALINY, TOIEPKUBAsi TE€TEPO3UTOTHOCTD 110 MHBEPCUU U TEM CaMbIM (PUKCUPYS
€€ B MOMYJISILINH.

[TomapHoe cpaBHEHHE TOMOJIOTHYHBIX MHBEpCUi Mexkay An. gambiae u An. merus
I0Ka3aJ10 CYLIECTBEHHBIE pa3INyus B pa3Mepe U CTPYKTYpe TOUEK pa3pbIBOB MHBEPCUH.
B wactHOCTH, Be TOUYKH pa3pbiBOB s nHBepcun 2R™ y An. gambiae 6puim B 2,6 1 5,9
pa3a KpynHee, Y4eM COOTBETCTBYIOIIME y4acTKu Touek 2Ro y An. merus, 4Tto cBsizaHo ¢
HaKOIUICHHEM MOOWJIBHBIX 3JIEMEHTOB B TeHOMeE y TiepBoro [17].

B coBokymHOCTH ONMCaHHBIE HAXO/KU B JINTEPAType CKIAAbIBAIOTCS B YCTOMUNBOE
IPEINOJIOKEHUE HCCIEeI0BaTENIed O pPOJIM MOOWJIBHBIX 3JIEMEHTOB B XPOMOCOMHBIX
nepecTporikax. ABTOPBI CXOASTCS BO MHEHUH, YTO MOOMJIbHBIE TEHETUIECKUE DJICMEHTHI
UTPAIOT HE TOJBKO MACCHUBHYIO, HO ¥ aKTHBHYIO POJb B (JOPMUPOBAHWU HHBEPCHIA,
BBICTyIIasl MOTEHUUAIbHBIMU TPUITEpAMU ABOMHBIX pa3priBoB 1enodyek /IHK, a taxxke
CHOCOOCTBYSl JanbHEWIell (uKCcallid WHBEPCHM B MOMYJSIIHUSIX MyTEM TMOJABICHUS

peKOM6HHaHI/II/I B I'CTCPO3UT0OTaAX.
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2 MATEPHUAJIBI U METO/IbI

2.1 MarepuaJ uccjie10BaHus

MarepuanoM sl HCCIENOBaHUSI MOCITYXWIM JUYUHKH (4-rO  BO3pacTa)
MaJIIpUHBIX KOMapoB poja Anopheles, coOpaHHbie B NMPHUPOIHBIX MOMYJISIUAX HA
tepputopun Tomckoit obmactu B mepuoxa ¢ 2018 mo 2021 B crneayromux HaceIEHHBIX
OyHKTax: ¢. MaiikoBo ( 57°35'38" c. mr., 83°40'27" B. #., nata coopa 19.08.2021), c.
Komaposo (56°19'36.7" c. m1., 84°56'43.2" B. 1., nata cobopa 03.07.2018), c. Terynpuet
(57°18'50,6" c. m., 88°11'40,3" B. nm., marta cobopa 29.05.2020). JlvumHku ObUIH
3a¢ukcupoBanbl B ¢ukcarope Kapuya (96 % sTaHon: jnensHas YKCyCHasl KUCJIOTa, B
nponopuusax 3:1) u xpanunucek npu temneparype Munyc 20 °C. B oOuield Cl10KHOCTH,
JUIsl TIPOBENICHUS HJTana KapTUPOBaHUS ObLIO HCMOJIb30BaHO 118 nuumHOK, 3apaHee

OTCOPTUPOBAHHBIX 110 BUAaM ¢ nmomouipto [IIP-IT1/[P® ananu3a.

2.2 MoJiekyasipHble M IMTOr¢eHEeTHYECKHE METOAbI MCCICAOBAHUS
2.2.1 IlpuroroBJ/ieHHe CyXOBO3IYIIHBIX PENapaToB

Jlis  TpUrOTOBIEHHS] CYXOBO3IAYUIHBIX MPENapaToB TMOJUTEHHBIX XPOMOCOM
CJIFOHHBIX KeJI€3 JTMUYMHOK HCIOJIb30BAJIUCH MPEIMETHBIE U MOKPOBHbBIE cTeksa Thermo
Scientific (Thermo Fisher. CIIIA). JIns Hayaa BBIACISIIA OJIHY U3 JABYX CIFOHHBIX JKEJIE3
B Kamuie (pukcatopa Kaphya, a 3atem nepeHocuiu e€ B 00bInyto Karuio 45 % yKCyCHOU
KHCIIOTHI, HE IOMyCKask IEPEChIXaHusl MaTepuaa. 3aTeM *Keje3y HaKpbIBaJIl MOKPOBHBIM
CTEKJIOM (He pa3aaBnuBasi) U octaBisuid Ha 5—10 munyT. Ilocie 3Toro MauepupoBaiu
MaTepuanl KOHYMKOM MPENapoBaIbHON WIIIbI; HAKPBIBAIHM MperapaT (UiIbTPOBATLHON
OyMmaroil u CTy4aJd MO MOKPOBHOMY CTEKJIY TYMBIM KOHIIOM MPENapoBaIbHON UTIIBI C
YMEpPEHHOW CHUJION, a 3aTeM OKa3bIBaJIU JAaBJIEHHE HA ATO CTEKJIO C IIOMOIIBIO OOIBIIIOTO
najblia B TeUeHUe 5 ceKyHl. BrocnencTsuu mpemnapaTsl MOMEIIAINCH B Tapy € KUAKUM
a30TOM /IO TIOJHOTO HCYE3HOBEHHUs «KHUMeHHs». C 3aMOpPOKEHHOTO Ipernapara ¢
MOMOIUIbI0 OPUTBEHHOTO JIE3BHUS YIAIAIUM TOKPOBHOE CTEKJIO PE3KUM JIBHXKEHUEM.

JleruapaTaiuio OpoOBOJWIM B CEPUM ATaHOJIA MOBBIMIAOINIEHcs KoHueHTpauu (50 %,



62

70 %, 96 %). Ilocne Bcero mpemapaThl BBICYIIMBAIM Ha BO3AyXe MPU KOMHATHOU
temneparype. llepen HemocpeACTBEHHBIM HCIIOJIB30BAHUEM IOMYyYCHHBIE Iperaparhl

XPaHUJIHUCH IIpU KOMHATHOH TCMIICPATYpPC HC MCHEC CCMU IIHCI>'I.

2.2.2 BunoBasi HaAeHTUPUKANUA MATSIPUIHBIX KOMAPOB

Bunosas uACHTU(DUKAITIS MIPOBOIUIIACH nyTéM aHanmza JUTAH
amrnuuupoBaHHbix  pparmentoB ITS2 ¢ momompio kimaccuueckou [IHP. s
amrnukanuu peruoHa |ITS2 ObLIM MCHONB30BaHBl MpaiiMepbl C MOAM(PUKAIIUECH,

NpEeCTaBIICHHBIC B TaOMUIlE 1, HA OCHOBE JIUTEPATypHBIX NaHHBIX [207].

Tabnuua 1 — HykneotuaHas nociaea0BaTenbHOCTh paiiMepoB it yyacTtka [TS2

IMocnenoBaTebHOCTH Bu Jnauna ITHP JdnuHa npoaykra
HYKJIEOTH10B 5°-3’ a npoaykra | TS2 nocJjie pecCTPUKIIHA
[Ipsimoii paiimep: An. messeae 235 n.1.
TGTGAACTGCAGGACACAT _ 432 n.H.
An. daciae 307 n.H.
OOpaTHbIii paiimep:
TATGCTTAAATTCAGGGGGT An. beklemishevi 782 n.H. —

Pasnenenust BumoB An. messeae, An. daciae u An. beklemishevi nposoamiocs B
JIBa JTama: CHayajga HapaOaTwiBasics TpoAykT ydactka ITS2, koropbiit mo3BoJisi
otaenuTh An. messeae u An. daciae (¢ nnuHo# pparmenTa 432 m.H.) ot An. beklemishevi
(c nuHOM (pparmenTa 782 1m.H.), a 3aT€M MPOBOIUIIACH PECTPUKITUS MAJIOTO (pparmeHTa
¢ moMoIIpI0 pectpukTassl RSAI, uroOsl oTaenuts An. messeae ot An. daciae. Jlnuna
(parMeHTOB PECTPUKIIMK COCTaBIIsAeT s An. messeae 235 m.H., a g An. daciae 307
n.H. YcaoBus IIIP peakiuun ObutM B3aTHI M3 mpeasiaynmx pador [16, 208]:
npensaputenbHas aeHarypauus: 95 °C, 6 mun; aenarypauusi: 94 °C, 30 cek; OTxuUr
npaiimepoB 57 °C, 1 mun; snonramus 72 °C, 1 muH; ¢puHanbHas daoHTanus 72 °C, 5 MuH.
Ammndukanus cocrapisiia 30 mmkioB. PecTpukius mnpoBoauiach 2 Yaca NpU

temneparype 37 °C.
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2.2.3 DuexkTpodope3 B arapo3HoM reJie

Jnst Toro 4toObl MPOBECTH aHAIW3 BUIOBOM HACHTHUPUKAUUU IO JIIMHAM
amrnunupoBaHHbeix (pparmentoB ITS2, pecTpUKIMOHHBIX (pParMEHTOB, a TaKkKe
MPOBECTH OIEHKY aMIUTH(PHUIIMPOBAHHBIX y4acTKOB TeHoB st Oyaymmux JIHK-mpo6,
npoBo K AnekTpodopes B 1,5 % arapo3Hom rene. s mpuUroToBiIeHUs reist Opaiu
arapo3sy u 0ygepnsiii pactBop 1x TAE (20 MkM ykcycHas kucnora, 1 MM 3/ITA, 40
MKM Tris), u 1 mxn SYBR Green I 10000x (Lumiprobe, Poccus) nnsa aerexuuu JJHK.
[IpuroToBneHHbI TEIb MOMEUIATM B KaMepy MAJis 3IIEKTpodopesa, 3anoJIHEHHYIO
OydepHbIM pacTBOpoM mJis iekTpodope3a. AHamuzupyeMble 0oOpasilbl 3arpykajiv B
JYHKU C TOMOIIBI0 3arpy3o4yHoro Oydepa 6x (buomabmuxc, Poccust). Omnpenenenue
pazmepos [TIIP-ipoaykTa mpoBOAMIM MTyTEM CpaBHEHHMS C IJIMHON Habopa pparMeHTOB
JHK wusBectnoit nmuuel — 1 K6 JIHK-mapxepa (EBporen, Poccus). Dnekrpodopes
IPOBOJIWIIM B TeueHue 35 MuH, npu Hanpspkenun 90 Bt. DnektpodoperpamMmy moayyanu
C MOMOIIIbIO TPAHCUJUTFOMUHATOPA C CUCTEMOM Telib-qoKkymeHTupoBanus DocPrint Vilber

Lourmat. BugoBsie paznuuus o anmmHam [TS2 npencraBnensl Ha pucynke 10.

ITS2 RSA |
L bek m/d mes dac

1000 s
750

500

250

Pucynox 10 — Dnexrpodoperpamma pesynbraroB [TIP-ITJIP® anamusza ¢pparmentos 1TS2
An. messeae (mes), An. daciae (dac) u An. beklemishevi (bek). ITpumeuanue: L — mapkep amuna JJTHK
(pa3mep npoaykTa B 11.H.); M/d — wepasaenéunsiii [TL[P npoxykt dparmenta ITS2, obmuit mis
An. messeae u An. daciae
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2.2.4 Boiaenaenne TotaabHoii JJTHK

Brinenenne renomuoit JIHK mpoumsBoamnock ¢ mpuMeHeHHeM  (eHOI-
xjopoopMHOro Meroja. JIMYMHOK MaNspUNHBIX KOMapoB, 3a(UKCUPOBAHHBIX B
pactBope KapHya mpenBapuTeabHO JAErUApaTUpOBain B 96 % sTaHone s yJIajleHUs
OCTAaTKOB YKCYCHOW KHCIIOTBHL. 3aTeéM MaTepuall BBICYIIMBAIM Ha (QUIBTPOBAIBHOU
Oymare ¥ oJIBepraiu ObICTPOI 3aMOPO3KeE B )KUIKOM azoTe. [IponsBoaunm usmenbueHne
C MOMOIIbI0 mecThka B 1.5 mu1 mpoOupke U HezamemuTeabHo Ao0aBisu 300 MK
musupytomiero oydepa (0,02 M 3/ITA; 0,1 M NaCl; 1% Triton X100; 0,5 M I'yanuaun-
HCI; 0,01 M Tpuc). K monyuennoit cmecu nodasmsin 1 mxa PHKazer A (10 mr/mon) u
octraBisuin B TepMmoreiikepe (Eppindorf, ['epmanus) Ha 30 MUHYT npu TemIiepaType
56 °C u 700 o6/muH. [lanee B 3Ty ke mpobupky mobdasmsum 6 mxn [Ipotennassr K (20
HI/MKI), 1 UHKyOupoBayu npu temneparype 37 °C ot 2 10 8 4acos.

[locne wHKyOamuu mNpoOUPKY LEHTPUPYTUPOBATIM 1T OCAXKACHUS HE
PAaCTBOPUBILETOCS XUTHHA W MPOYUX BEMIECTB B TEUEHUHU |5 MUH NpH KOMHATHOU
temriepatype. CoOupanu CymnepHaTaHT M TepeMelniaid B 4ucTyio 1.5 M mpoOupky.
HoGapnsnu denon-ximopopopmuyto (cootHomieHue 1:1) cMecb B paBHOM 00BEME K
cynepHaranty. [ns nydmiero paszaeneHus (pakuuii HCHOIb30BAIM CUIMKOHOBYIO
BakyyMHyl0 cMa3Ky Molycote Dow Corning (DuPont, CIIIA) npumepro 2 Mmm3,
Hentpudyruposanu B neHtpudyre ¢ oxjaxaeHuem npu 4 °C B tedyeHue 15 MHUHYT.
Otaensiiu BoaHy0 (ppakiuto ¢ pactBopenHoit JJTHK u nepeHocuiu B unctyro npoOUpKy.
[ToBTOpsin 3Tam ¢ TEHTPUPYTUPOBAHUEM JIJISI JTOCTHIKEHHUS JIYYIIIETO OYMIIEHUS.
Ounmiennyto JIHK BHOBb moMemianu B YHCTYIO MPOOUPKY M J00ABISIM XJIOPOOpM-
M30aMUJIOBYIO CMeCh (cooTHoImIeHue 24:1) B paBHOM 00BEME K OCTaBIIEHCS TOCIe
ounctkn  ¢pakumu ¢ JHK, ©0e3 wucnonb3zoBanus  cmazku.  DunanpHOE
HEeHTpU(PYrupoBaHUe MPOBOAWIOCH MPU TaKUX Ke YCIoBUsIX. Ha kKoHeuHOM »dTarie
nepeHocwnn ounieHnyo JIHK B uuctyio mpoOupky, mobasnsm 96% stanon u 3M
aneraT HaTpus. OCTaBISUIM 715l TIEPEOCAXKACHUSI MUHUMYM Ha 24 yaca npu TeMIiepaType
Munyc 20 °C. OnpezaeneHue KOHUEHTPAMKU U YUCTOTHI BbiaeneHHoi JIHK npoBoawmu

Ha cnektpodoTomerpe ND-1000 Spectrophotometer V3.5 (NanoDrop, CILIA).
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2.2.5 IlpuroroBiaenue ¢ayopecuentubix THK 301108

Meuenue npoBoamiock MeTonoM Kii€HoBa ¢ HCHOJBb30BaHUEM MpPaiMEpPOB CO
ciyyaiHOU mnocienoBaTeabHOCThIO (Random Primer). Peakiimonnas cmech copepikana:
50 ar/mMkn JHK wmatpunel, 1x Oydep Knénosa (Thermo Fisher Scientific, CIIA),
44 ur/mxn  Exo-Resistant Random Primer (Thermo Fisher Scientific, CIIIA), 5 u
¢parmenta Knénosa (Thermo Fisher Scientific, CIIIA), 1 mxM dATP, dCTP, dGTP;
0,3MkM dTTP; a Taxxe momudumnupoanusie Tpudocharer 0,016 MmkM TAMRA-5-
dUTP u buotun-11-dUTP (Biosan, Poccust). bydep, cnyuaiinbie mpaitmepst u JJHK
cmemmBanu B 0,2 mut ITL[P-ipoOupke u nmomeniany B aMIinpuKaTop A AeHATypaluu
(96 °C, 5 mun). Ilocne nenatypainuu MpoOUPKY C COAECPHKHUMBIM CTaBWIN B JICJSTHOU
IITaTUB Ha 5 MHUH. 3aTe€M, Ha CJIEIYIOLIEM 3Talle CMEIIUBAIN HYKICOTUIbI, (PparMeHT
Knénosa u MoguduuupoBanusie Tpudocdarsl. PeakinonHyro cMechb MHKYOUpPOBAJIU IPU
37 °C B Teuenne 12 yacoB, a 3areM mnepeocaxaanu amriuiduxkatr B 96 % crnupre c
ucnosb3oBaHueM pacteopa cnepmanbHoi JJHK nococs (10 mr/mki) He menee 24 yacoB
npu temreparype Munyc 20 °C. {15 gaapHEWIIero ucrnoiab30BaHus MPOAYKTa OUUIIAIN
0CaJIOK OT CHHpTa, a 3aTeM pacTBopsiu B 60 Mk rubpuanzanuonHoit cmecu (50 %

dopmamu, 10 % aexcrpan cynsgar HaTpus, 4x SSC, 0,1 % Tween 20).

2.3 UtepaTnBHOE KAPTHPOBAaHHME I'EHOMA
2.3.1 IToxOop nmpaiiMepoB

B nmanHo# paboTe MpeacTaBiIeH METO]] UTEPATHBHOTO KapTUPOBAHUS, KOTOPHIMA
COCTOWT M3 BbIOOpa MapkepoB, (HPU3HUYECKOTO KAPTHPOBAHHUS OPTOJOTHYHBIX T'CHOB M
uaeHTuuKauu obaacteii Touek paspeiBoB [209] (pucynok 11). OcHoBo#t s
UTEPATHBHOTO KapTUPOBaHUS cTanu 17 MapKepoB, JOKAIM30BAaHHBIX HA PAacCTOSHUU |
MG npyr ot apyra Ha X-xpomocome An. atroparvus, KoTopbie TOAPOOHO OMUCHIBAIUCH B
paHee onmyOauKoBaHHOU cTaThe [22]. UacTh U3 3THX MapKepoB MOoKasajia IepeMelIcHHe,
TE€M CaMbIM 0003HAUYMB KaHIUIATHBIE PETUOHBI /17151 IOMCKA TOYEK pa3pbIBOB. 3aTeM ObLIN
paspabotanbl cooctBennbie JIHK-mapkepsr (mpunoxenue A). Jlamee, eciau oauH wWid

HCCKOJIBKO MAapKCPOB U3 3TOI'0 KAPTUPOBAHWA U3MCHUJIN JIOKAJIIN3AIHUIO 110 CPABHCHHIO C
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An. atroparvus, BIOUpaIUCh CeayIonre 3—4 TeHHBIX MapKepa, pacIoI0KEHHBIX PSIIOM
C HWHTaKTHBIMH M TpPAaHCIOLNMPOBAHHBIMU (B TIpeleiax WHBEPCHUH) MapKepaMmH.
BriOpannbie Mapkepbl KapTUpOBaJd Ha Xpomocomax An. messeae. 3areM Mporeaypy
oTOOpa M KapTUPOBAHUSI MAPKEPOB MOBTOPSUTH J0 TEX IMOP, TTOKA B TCHOME HE OCTAJIOCh
TCHOB, HAXOMSAIIUXCS HA PACCTOSIHMM MEXIY HMHTAKTHBIMH M TPAHCIOIHMPOBAHHBIMHU

MapKepaMHu.

HayanbHbIM war

Ot 1% po N utepaumm

KoHeYyHbI war

A B C D

I

HUKGKUX nepecmpoex

Boibop
MapKepoB

MeAy MapKepamu
A i! (*Z D
| — |
A C B D

X TR

B u C nepemecmusnuce 8
usyyaemom 2eHome

dusnyeckoe
KapTMPOBAHWE OPTO/IONOB

bot—hot

BR

BR Haxodumca mexcdy C u D

KapTupoBaHue
TOYeK pPa3pbiBOB

F G D

bbbt

8bI60OP Mex oy
KapmuposaHHeimu C u D

C E F G D

f

G D

mosaeKko G u D KoAAuHeapHsl, 8 Mo
spemsa kak C, E, F nepemecmurnuce

BR

meneps BR HaxodumcAa
mexwoy FuG

-

HU 0OHO20 2eHd He 0CmMasocs
mexoy XuY

X Y

B

BR

BR pacnosnoxceH mexcoy
mapkepamu X u'Y

Xpomocoma QEQEQEHCHOFO BMAa

YCNOBHBIE s XPOMOCOMA AHA/M3UDYEMOTO BUAa

o0603HavYeHusn:

MNepecTpoeHHan YacTb XPOMOCOMbI aHaIM3MPYEMOro B1Aa
BR PervoH To4ku pa3pbiBa (Breakpoint Region)

X
1 Mapkepsl

Pucynok 11 — ITomarosas cxema urepatuBHoro kapruposanus [209], (¢ MmogudukanmsMn)
Hyxneotunnabie mociaenoBaTebHOCTH TeHOB AN. atroparvus Obutd B3SITHI U3

coopku reHoma AatrE3 niis pazpaboTku cieniupuiyecKkux npaiMepoB sl KApTUPOBAHUS
TOYCK pa3pblBOB HMHBepcuid. Pa3paborka mpaiiMepoB s koiauwdectBeHHo I[P B
peXUME peaTbHOr0 BPEMEHM Oblja MPOM3BENIEHA C WCIOJIb30BAHUEM HYKJIEOTHIHBIX
nocienoBarenbHocTeit  An. maculipennis (NCBI  BioProject: PRINA861430) wu

An. messeae (aeorry6u.). [IpaliMepbl MOJAETHPOBAIN C MOMOIIBIO OHJIAWH-TIPOTPAMMBI

Primer-BLAST (Ye et al. 2012). Oxwunaembie npoayktsl ITLP mmuno# 0,5-1 ThIC.IH.


https://paperpile.com/c/CAFYUc/nITX
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npoBepsii ¢ momoinsio nHCTpyMeHTa BLAST B coctaBe VectorBase [210] Ha mpenmer
HECHeIU(PHUIHBIX YYAaCTKOB T'€HOMa, YTOOBI T'apaHTUPOBATh OTCYTCTBHE CXOJCTBA C
HELENICBBIMUA  OCJICIOBATEIBHOCTAMH.  [IOAPOOHBIA  CHMCOK — MCIOJIb30BAHHBIX

MpaiMePOB MPEICTABIICH B MIPUIIOKECHUH A.

2.3.2 [Toammepa3Has HeNMHasl peaKkuus

[TIP mpoBoamm ¢ renomHout JITHK An. atroparvus B xadectBe Matpuilbl. [[is
IPOBEJICHUS] PeaklUud aMIUTMUKAIMU CHayajia TOTOBUJIM CMECh OOIKUM OO0BEMOM B
25 Mk, cocrosmryro u3: buoMacrep HS-Taqg PCR 2x (buomam6mukc, Poccus),
matpuunor JIHK (50 wur/mkin) u mapel mpaiimepoB (mo 0,1 MKM  Kax7blif).
AmrminduKanys IpoBOIUIACH C Y4ETOM 0COOCHHOCTEH TeMIIepaTyp MIaBICHUS KaXI0ro
13 NpaiiMepoB, B MOJIUIPONUIECHOBBIX IPOOUpKax, 00bEMoM 0,2 M1, Ha aMIUTU(HUKaTOpE
MJ mini (BIO-RAD, ®panuus). VYcnoBus IILP peakiuu Obliv  1M0g00paHbI
SMIOUPUYECKUM ITyTEM: TpeaBaputTesbHas aeHarypauus: 95 °C, 5 mun; aeHarypauus: 94
°C, 30 cek; omxur npaitmepoB anuics 30 cek, a TemmnepaTrypa Obuta Ui KaKI0i Mmapsl
uHauBHayanbHas ot 50 go 56 °C; snmonramus 72 °C, 1 MuH; ¢puHagbHas dJ0HTAUSA 72

°C, 10 mun. Ammmnduxanus coctanisiia 30 UKIOB.

2.3.3 dayopecuenTHan iN SitU ruOpuAM3 AU

Ha mepBom 3Tame cyXOBO3AyIIHBIC AaBJICHHBIC MPEMapaThl XpOMOCOM CIIFOHHBIX
KeNé3 MMUUHOK rmomeinand B pacteop 1x PBS (0,137 M NaCl; 2,7 mxM KCI; 10 MM
Na;HPOy; 1,8 MkM KH2PO4) ipu KT B Teuenue 20 MmuHyT. 3aTeM nepeMeniaim CTEKIO
B pactBop dopmanbaeruaa (4% B 1x PBS) na 1 munyty npu KT. Jlanee npoBoaumu
npenapar 4epe3 CEpUIo 3TUIIOBBIX CIIUPTOB Bo3pacTaroiel konueHTpaiuu (50 %, 70 %,
80 %, 96 %) no 5 munyt kaxaeii npu KT. Crnegyromum marom crtano mnorpyskeHue
CTEKJIa B 3apaHee pa3orpeThii Ha BojsiHOM O0ane pacTBop 70 % dopmammna B 2x SSC (0,3
M NaCl; 0,03 M uutpar Hatpusi) Ha 3 MUHYTBI nipu Temieparype 72 °C. 3ateM CTeKIIo

HE3aMEeJINTENbHO MepeMEIIaN B JIEAIHOM 3TWIOBBIA cnupT 70 % KOHIEHTpalUuH, C
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nocnenytoued aeruaparanueid B 80 % u 90 % stanone npu KT B TeueHue 5 MUHYT
Kaxp1ii. KoHeuHbIM 3TarnoM ObUIO BRICYIIMBAHUE CTEKIIA HA (DUIBTPOBAILHOM OyMmare.

Ha Bricymiennbie npenaparsl HaHocuiu meuenbie JJHK-po6sl, mpenBaputensHo
pacTBOPEHHbIE B THOPUAN3AaLMOHHON CMECH U IEHaTypHUpOBaHHbIe Tpu 96° C, u3 pacuéra
10 mxa1 Ha kax eIl mpenapat. [IpeqMeTHbIe CTeKIa HaKpbIBAIM TOKPOBHBIMU CTEKJIAMHU
u repMmernyHO 3akienBam kieemM Moment (Henkel, I'epmanus), Bo wuzbexanue
ucnapenus cMmecu. [Ipenaparsl nomemnanuch B ruOpuan3aliMoHHyI0 kKamepy TermoBrite
(StatSpin, CIIIA) ¢ pexxumom paboThl: AeHaryparus S MuH nipu 72 °C u rubpuausaius
18 wmpu 37 °C.

Ha BTOpOM 3Tane npoucxoauT cepusi OTMBIBOK OT He cBsi3aBuieiicst JJHK-ipo6st u
JUIIHEN ruOpuan3auuoHHON cMmecH. [lepBble OTMBIBKM IPOUCXOUIIN TOCIIE yIaIEHUs
KJIest 1 TOKpoBHOTO cTekia B pactBope 0,2xSSC npu 39 °C Ha BoasiHOM OaHe, U YUCTOM
pactBope 0,2xSSC npu KT, mo 20 mun kaxnaas. 3areMm B ciaydae, eciau JIHK-3081 011
MeueH npsMbiM kpacuteneM TAMRA, To Ha mpenapaT 100aBisiIn Karilo Cpeabl s
ummyHouryopectieninn DAPI (Abcam, CIIIA) u HakpbIiBaiu MOKPOBHBIM CTEKIIOM,
MOJITOTABJIMBAsT TEM CaMbiM K MHKpockomuueckomy aHanuzy. Ecam JIHK-30ma Obin
MEYEH C UCNOJIb30BaHNEeM broTrHa, Tpedyrolero npouecca J0M0JIHUTENbHON JEeTEKINH,
TO IOCJIE OTMBIBKM B pacTBope SSC UM TONOJHUTEIBHBIE AETEKTUPYIOIIHNE OTMBIBKH.
IlepBas ormbiBKa B OnokupytomeM 0ydepe (1% BSA, pacTBopeHHBIN B IPOMBIBOYHOM
Ooydepe) mpu Ttemmneparype 37 °C B Teuenue 15 muH. Cnemyromas OTMBIBKA C
WCIIOJIb30BaHMEM OYMILEHHOTO KYpHUHOro Oelika aBHUJMHA, KOHBIOTMPOBAHHOTO C
dnyopecuiensom — Avidin-FITC (Sigma Aldrich, CIIIA), mis aeTekiuud OWOTHHA
npousBoawiack npu temneparype 37 °C B teuenne 60 wmuHyT. OT WU3NUIIKA
¢dyopeciieHa mpenapaT OTMBIBAJIM B IPOMBIBOYHOM Oydepe TpEXKpaTHO MpHU
KOMHATHOM TemImeparype, Mo 5 MHUHYT KaxAbli B TEMHOM MECTE, BO H30€KaHue
nonajaanus cBeta Ha GuryopoxpoM. [Tociie OTMBIBKY ITpenapat YaCTUYHO BBHICYIIMBAIH U
NOATOTABIIMBAIM K MUKPOCKONMMYECKOMY AHAIU3Y C MOMOILIBIO 3aJMBOYHON CPEABI C

DAPI 1 nokpoBHOrO CTEKA.
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2.3.4 MUKpPOCKONUYECKHUI aHAJIN3

[Ipenapatbl aHanmu3upoBain Ha (HIyopecueHTHOM MuKpockore Axiolmager Z1
(Zeiss, I'epmanus). @ukcamnuio u 06padoTKy N300paKEHUM OCYIIECTBIISUIN ¢ TTOMOIIBIO
AxioVision 4.7.1 (Zeiss, 'epmanust) u Adobe Photoshop. ®usndeckoe kapTupoBaHue
MapkepoB An. atroparvus Ha TOJUTEHHBIX XpoMocomax ANn. Messeae NpoBOIWIH C
MCIIOJIb30BaHUEM ITUTOTCHETHYCCKOM KapThl BRICOKOTO pasperreHus An. messeae [16].

Bo BpeMsi MUKPOCKONUYECKOTO aHaIu3a0bUIO BaKHO JETEKTUPOBATH CUTHANI U
OMpENEINTh €ro JIOKAJU3allui0 HE TOJBKO OTHOCHUTEIBHO TEIOMEPHOTO WIIU
IIEHTPOMEPHOTO KOHIIAa, HO ¥ OTHOCHTEIBHO JApyr JApyra (C HCHOJb30BaHUEM
neyxuseTHoro FISH). Ecnu uiccnenyemslii red Ha xpomocomax An. Messeae MeHsu1 CBOIO
JOKAJIM3alMI0  TPOTHBOIIOJIOKHO TOW, dTro Habmogamack y  pedepeHCHOTO
An. atroparvus, Torga A3TOT TI'e€H OTMeYalicsi Kak dYacTh cuHTeHHoro Oioka (CBb),
BXOJIAIIIETO B MHBEPCUOHHYIO MEPeCTPOiKy. B 1anHOM paboTe MOHATHE CHHTEHHBIN 070K
ompenenseTcs Kak o0JacTh, coaepkaliasi He MEHEE JABYX TN'EHOB B TOM K€ TOPSAKE

HC3aBHUCHUMO OT UX OPUCHTAIINH UJIKM KOJUIMHCAPHOCTH.

2.4 buonndgopmaruyecKkre MeTOAbI
2.4.1 BoluucauTeIbHbIH AHAJU3 TEeHOMHBIX MePeCcTPoeK

JInst aHanM3a MUHUMAJIBHOTO YHCIIa COOBITUI, HEOOXOAUMBIX JJIs1 TpeoOpa30BaHus
OJIHOM T€HOMHOM MOCJEA0BATEIbHOCTH B IPYTYI0, ObLII pa3pad0TaH HHTEPAKTUBHBII BEO-
untepdeiic GIC — Genome Inversion Calculator, peanusoBannsiii Ha miaThopme Visual
Studio Code (Bepcust 1.95.2) ¢ ucnons3oanuem Python u Flask (Bepcus 3.0.1). OcHoBoit
WHCTPYMEHTA SBJSETCS aJrOPUTM COPTUPOBKH HMHBEPCHM, AHAJIOIMYHBIA MOAXONY,
OpUMEHSIEMOMY B HENOCTYNMHOW B Hacrosiuiee Bpemsi nporpamme GRIMM - Genome
Rearrangements In Man and Mouse [29]. AnroputM mociea0BaTeIbHO MPHUMEHSET
orepaly MHBEPCUU K BBIOPAHHBIM CErMEHTaM IOCIIE0BATEIbHOCTH, MPUBOIS UX B
COOTBETCTBHUE C LIEJEBOM MMOCIEN0BATENIBHOCTbI0 C MUHUMAJIBHBIM 4YHMCJIOM I1aroB. Ha
KaXIOM 3Talle OCYIIECTBISIETCS BBHIOOP MHAEKCA, I/I€ HAYMHACTCS MHBEPCHSI, YTOObI

JOCTHYb COOTBCTCTBUA C LCJICBBIM COCTOAHHCM. HOCHGHOB&TGHBHOCTI/I MpCACTABIIAIOT



70

co0oli CMHTEHHBIE OJIOKM (MHTEPBajbl TEHOMHBIX PETHOHOB), 0003HAYEHHBIE IIEIIBIMU
YUCJIaMH, TJe UHBEpCcHUs OJIoka 0003HA4aeTcs OTPUIATENIbHBIM LIENbIM 3HaueHUueM. B
CBOIO O4Y€pe/lb, AJITOPUTM BO3BpAIllaeT HAOOP MOCIEAOBATEIILHOCTEH, MOKA3bIBAIOIIUX
MIPOMEKYTOUHBIE Iard MEPECTPOCK, W BBIUMCIACT WX MUHUMAJIbHOE KOJMYECTBO. B
ornnune oT GRIMM, koTopslii uMen Oosiee MUPOKUN (PYHKIIMOHAII, MMOIH30BATEIIO B
GIC Oyner OOCTYIHO JIMIIb YUCJIOBOE 3HAYEHUE C YKA3aHHMEM MHUHUMAJIbHOIO 4YHCIIa
epPeCTpPOEK.

HUuTtepdeiic 1TO3BONSET TMOJIH30BATENI0 BBOJUTH HCXOJHYIO M IIEJIEBYIO
MOCIIEZIOBATEIbHOCTH CHHTEHHBIX OJOKOB. Taxke mpemrycMOTpeHa BO3MOXKHOCTH
n00aBlICHUS  JOTIOJHUTENBHBIX  MPOMEXKYTOUHBIX  IOCJIEAOBATEIBHOCTEH  JIJIst
MOIIAroBOTO aHanu3a. MHTepdeiic mpeaocTaBisieT KHOMKH ISl OTIPAaBKUA JTaHHBIX U
OTOOpakeHHsI ~ pe3yJbTaTOB,  BKIIOYas  IOCIEAOBaTelbHBIE  MpPeoOpazoBaHUs
MOCJIEIOBATEILHOCTEN U KOHEYHOE KOJIMYECTBO HHBEPCHIA.

WuCTpyMEHT mpomén TrocyAapCTBEHHYIO PETHUCTpAlMI0 KaK — pe3yiabTaT
WHTEJUIEKTYaJIbHON JIEATENBbHOCTH U 3aperucTpupoBaH mnoj HomepoMm Ne2021688591 B
denepanbHO CiTyk0e 10 HHTEIIEKTYaIbHOW COOCTBEHHOCTH.

[lonHass MHCTPYKIUST MO paboTe C HHCTPYMEHTOM COJEpKUTCA B (aiine
README.md, OMy0IMKOBaHHOM B PENO3UTOpUU Ha GitHub
https://github.com/janesable/gic.git.

2.4.2 AHHOTAIUSI MOOMJIbHBIX T€HETHYECKHUX 3JIEMEHTOB M NMPOCTHIX TAHAEMHBIX

NOBTOPOB

Wcnonp3ys koHBekep mporpamm (maiiaiin) Extensive de novo TE Annotator
(EDTA) [211] Obuta pa3zpaborana mojb3oBareibckas oudimmoreka MI'D. Kpome Toro,
obu1 3amymeH RepeatModeler (http://www.repeatmasker.org/RepeatModeler/) nmns
pacmpeHusi OMOJMOTEKH JOMOJHUTEIbHBIMA MOOWIBHBIMU  JJIEMEHTaMH. OTa
O6ubroTeka Obliia UCIIOJIb30BaHa 71 aHHOTauu MI™D 1 MPOCThIX TaHIEMHBIX TOBTOPOB
B cOopke An. atroparvus AatrE3 ¢ ucnonb3oBanuem nporpammbl RepeatMasker (Bepcus
4.1.2) [212]. Unctpyment rmsk2bed wm3 makera BEDOPS (Bepcuss 2.4.41) Obin

UCIIOJIb30BaH i mpeoOpa3oBanus (aiiyioB dopmara .out, MOJIYYEHHBIX C MOMOIIbIO
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RepeatMasker, B ymoOnbie ¢aiiner gopmara .bed [211]. Ilomyuennsie daiinsr.bed
cojiepykajii MH(pOpMaIIMIO 0 Havalle ¥ KOHIIe Kaxaoro noptopstomierocs JJHK-amementa
u uHGOpMaIIMIO 0 ero Turne. {1 nanpHeiero ananu3a Bce TUIbI moptopstonieiics JJTHK
ObUIM pa3ziesieHbl B COOTBETCTBUU ¢ aHHOTanmen RepeatMasker Ha yeTwipe rpymnmbl B

COOTBETCTBUU C TAOIHIIEH 3.

Tabmuna 3 — ['pynmer MI'D, co3nanabie Ha ocHOBE cBOAHOTO (haitna or EDTA

CemeiictBa MI'D Ha3zanua MI'D

MI'D kinacc I: PerporpaHcio30HsI LTRs: Gypsy, Copia, Unknown; LINEs

MID knacc II: ITHK TpaHCmo30HbI TIRs: CACTA, Mutator, PIF_Harbinger,
Tcl Mariner, hAT; helitron

HewusBecTHbIE TpaHCITO30HBI Repeat_region

[TpocThie MOBTOPEI Low_complexity, Simple_repeat

JUis KakIoro peruoHa TOYEK pa3pbhlBOB OBLIO BBINOJIHEHO KOJIMYECTBEHHOE
onpenenenre noBropsomuxca JHK-amemeHTOB, mnpuHagiexammx K pasiudHbIM
rpynnaM. [lomydeHHble pe3yibTaThl OBLIM CHUCTEMATH3WPOBAHBI M BHU3yaIU3UPOBAHBI
OTIEIBHO II0 KaTeropusiM MNOBTOPSAIOIIMXCA 3eMeHTOB. [l  BH3yaln3anuu
MCIIOJIb30BAJIMCh T€HOMHBIE 00acT anuHoi 50 KO, npuneraroniyue HemocpeaCTBEHHO K
kaxxaomy BR B renome An. atroparvus, Bkiro4asi caMmy TOYKY pa3pbiBoB. KosmuecTBo
MOBTOPSAIONINXCS 3JEMEHTOB KaKJOW TpyNmbl NPEACTaBICHO B BHUAE CTONOYATBIX
auarpaMM, B KOTOpbIX  IIMPUHA  CTOJIOOB  MPONOpPLMOHAIbHA  pa3Mepy
cootBercTBYronero BR. /laHHble IO KOJMYECTBY T€HOB B KAXIOM U3 aHAIU3UPYEMBIX
peruoHoB ObUIM U3BJICUCHBI K3 (aitna anHoTanuu TeHoma AatrE3  (.gff3-daitn),
J0CTymHOro B Oa3e maHHbIX VectorBase [213], u Bu3yaiu3upoBaHbl aHATOTHYHBIM

ob6pazom, uro u nosropstomuecs JJHK-3memeHTsI.

2.4.3 CtaTucTHYECKUI aHAJIN3

I[JISI OLICHKH CTaTUCTUYECKOMN 3HAaYNUMOCTH paSJ'II/I"II/Iﬁ B IINTIOTHOCTHU
IMOBTOPAIOHMIUXCA 3JICMCHTOB M I'CHOB MCKIAY paﬁOHaMH TOYCK pa3pbIBOB U APYTIHMH

y4acTKaMH X-XpOMOCOMBI ObLT MPOBENEH COOTBETCTBYIOIIUN CTATUCTUYECKUIN aHAIHU3.
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JIyist MHTEpIIpeTanyy MOJyYeHHBIX JTaHHBIX ObLIO BhIOpaHo pacmupenenenue [lyaccona,
MIOCKOJIbKY TIJIOTHOCTH MOBTOPSIOIIMXCS JIEMEHTOB WJIM T€HOB MPENICTaBIIAET COOOM
JTUCKpETHYIO BennuuHy. [lnnnHa xkaxaoro u3 uccieayeMbix BR Obuta usmepena (ot 7 K6
10 12 K6) u ucnonp3oBaHa B KaueCTBE MHTEPBAJIA I BHIYUCICHUS! CPETHETO 3HAYCHUS
A (cpenueii mimotHocTH noBTopstomuxcsa JJHK-31emenToB).

Ha ocHOBe BBIYMCIIEHHOTO CpEIHEro 3HA4YC€HUSA A U HAOIIOAAEMOM IMJIOTHOCTH Y,
(motHocTH ToOBTOpsomumxca 3neMentoB JHK B kaxnom oraensHom BR) Obimm
paccunTanbl BeposiTHOCTH P(y) mnst kaxnaoro BR. Kpome Toro, xogupytoiue obnactu
ObLIM HCKIIIOYEHbl M3 aHallM3a C WCIOJIb30BAHUEM KOOPJMHAT, MOJTYYEHHBIX W3
anHotanuu renoma AatrE3 (.gff3-daiin). Ilocne 3TOro miIoTHOCTH MOBTOPSIOIIUXCS
AJIEMEHTOB ObUIA MEpecYUTaHa C UCIOIb30BAHUEM A B Kay€CTBE CPEIHEH IIIOTHOCTHU
AJIEMEHTOB B HEKOJAMPYIOIUX OOJACTAX, @ | — B KAdyeCTBE IUIOTHOCTH 3JIEMEHTOB B
KaxaoMm oTaenbHoM BR 6e3 komgupyromux ydacTkoB. Beruncnenusie 3HaueHust P(y)
MCIIOJIb30BAIMCH ISl OLIEHKM CTAaTUCTUYECKON 3HAYMMOCTH Pa3jiudvii B TJIOTHOCTH
noBTopsromuxcs snemeHToB JIHK wmexny BR u He komupyromumu oOnacTsMu
X-XpOMOCOMBI.

JlononHUTENbHO OblIa BBINOJHEHA OLIEHKAa TIUIOTHOCTH TE€HOB B  KaXAOM
CUHTEHHOM OJIOKE€ C UCIOJIb30BaHMEM pa3zMepa OunHa, paBHoro 100 KO, koropsbrit
ABJISIETCSl ONTHUMAJIBHBIM JUIsl pacy€Ta IUIOTHOCTH TE€HOB C COOTBETCTBYIOLIUM
paspeiienreM. JIjisi olleHKM BapuaOeNbHOCTU TUIOTHOCTH T€HOB MeXay pasHbiMu Ch
UCIIONIB30BaJIC  OMHO(MAKTOpHBIN  aucnepcuoHHbll  aHamu3  (ANOVA).  [ns
CTaTUCTUYECKOTO aHaldu3a uCHoyib3oBajics mnaker scipy (Bepcusi 1.10) s3bika

nporpammupoBanus Python.

2.4.4 Ananu3 rennoii onroJiorun (GO)

Jlnsg aHamu3a TEHHOW OHTOJIOTHH HCIOJb30BAJIUCh BCTPOCHHBIE HWHCTPYMEHTHI
0a3el  manHbix Gene Ontology (https://geneontology.org), wuHTerpripoBaHHBIC B
omonHpopmaTnieckyro miathopmy VectorBase (https://vectorbase.org). Anamu3 ObLn
MPOBENEH C MCTOJB30BaHHEeM pedepeHcHoro renoma An. atroparvus. Jlins BeiaeneHus

I'CHOB, PACIIOJIOKCHHBIX BHYTPHU HMHBCPTHPOBAHHBIX CHHTCHHBIX 6JIOKOB, IIPHUMCHAJICA
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WHCTPYMEHT «CTPATETHM», T7e OBLIU 3a/1aHbl KOOPAMHATHI Hauajla ¥ KOHIIA UCCIIETyeMBbIX
Cb. Ilonmy4yeHHBbIE CHOUCKH TE€HOB OBUIM TOJBEPrHYTHl JaJbHEHIIEMY aHAJIU3y C
ucrnoJib3oBanueM uucrpymenTa «Gene Ontology Enrichmenty, mo3Bosstoiero npoBectu
obOoramieHue Mo OAHOMY M3 TPEX cioBapeil (OHTONOTHI): MOJIeKyJsipHass (YHKIUS,
KJIETOUYHBI KOMIOHEHT WJIM OMOJIOTUYECKUM MpoIiecc.

JInst KOHTPOJS JIOKHOIOJIOKHUTENBHBIX PE3YJIBTATOB ObUI YCTAHOBJIEH IOPOT
crtaTucTuueckol 3Haunmoctd (p<0,05), a Takke BBINOJHEHA KOPPEKLUHS Ha
MHO>XECTBEHHBIE CpaBHEHHUA 10 MeTojaM benmxamunu u boudepponu. Koadduruenr
oboramenus (Fold Enrichment, FE) paccuuthiBajsicssi Kak OTHOIIEHHWE YacCTOTHI
BCcTpeyaemMocTu Kaxaoro GO-TepMuHa B UCCIEAyeMOM Ha0Ope IeHOB K €r0 4acToTe B
dbonoBOM Habope. JlomomHUTEIBHO BBIUUCISICA KoddduuueHt mancoB (odds ratio),
OTpakaroIui BEPOSTHOCTh OOHapyskeHus onpeaenéuHoro GO-tepMmuHa B ucciieryeMomM
Habope 10 CPAaBHEHUIO C (POHOM.

Pe3ynpraTel aHanuza Bkioudanu uaeHTugukatopel GO-tepmunoB (GO ID), ux
HAaUMEHOBAHUSA, KOJUYECTBO TEHOB, CBA3aHHBIX C KaXKJIbIM TEPMHUHOM Kak B
uccienyeMoM, Tak M B ()OHOBOM HaboOpax, MpOIEHT oOoramieHusi, Kod(pPuimeHT
oborameHus ¥ KOdDPUIMUEHT IIaHCOB JJIsi KaxkJAoro TepMmMuHa. [ns Oonee sicHOU
UHTEPIpPETAlMd  PE3YJIbTAaTOB  HCMOJB30BAJIUCh JOMOJHHUTEIbHBIE HHCTPYMEHTHI
BU3yanu3anuu miaatdopmsl VectorBase, B yacTHOCTH rpaduyeckoe MNpeacTaBICHUE
JAHHBIX MPU TOMOIIHU cepBrca Revigo, 4To MO3BOJIMIIO BHISIBUTH KIIFOUEBBIE TEPMUHBI U

00JIEerYnII0 BOCIIpUATHC HanoOoJIee 3HAYMMBIX PE3YyJIbTATOB aHAJIN3A.
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3 PE3YJIbTATBI

3.1 ®usnueckoe KapTUPOBaAHUE TOYECK PAa3pbIBOB XPOMOCOMHBIX II€EPECTPOCK B

X-xpomocome An. messeae

3.1.1 KapTupoBaHnue To4eK pa3pbiBOB (MKCHUPOBAHHBIX XPOMOCOMHBIX

nepecTpoex

bein pa3paboTaH MeTOJ UTEPATUBHOTO KAPTUPOBAHUS JUIS JIOKATU3AIMKH TOYEK
pa3pblBOB XPOMOCOMHBIX MEPECTPOEK y BUIOB, YbH IOJHOTEHOMHBIE COOpKH HeE
noctymubl [209]. B naHHOW paboTe 3TOT METOA MPHMEHSUICSA JIJIS IOCIECI0BATCIIBHOM
JOKaJIU3allMd MapKepHbIX TeHOB An. atroparvus Ha TMOJUTEHHOW X-XpOMOCOME
An. messeae c 1LeNbl0 BBISIBICHUS M COKpalleHUs OOJAacTH IMOMCKA TOYEK pPa3pbIBOB
WHBEPCUH, TaK KaK MOJHBIN reHoM AN. MESSeae He CeKBEHHUPOBaH.

Ucxonuoit Toukoi cramu tpu JHK-mpoOGwsr An. atroparvus, kotopbie Mokazaiu
M3MEHEHUE CBOETO0 MECTOMOJIOKEeHUsI y ANn. messeae B X-XpoMOCOME, B OTJIMYHME OT
npyrux JJHK-npo6. 3t mapkepsl cooTBercTBOBaiv dKk30HaM reHoB AATEO017741,
AATE005236, AATEQ010434, koTopble TMOTECHIMAIbHO MOTJM Yy4YacTBOBaTh B
XPOMOCOMHBIX IEPECTPOUKAX.

Jlns  panbHeWmiero  KapTUPOBAHHMS  TOYEK  Pa3phiBOB  (DUKCUPOBAHHBIX
XPOMOCOMHBIX MEPECTPOEK NOTPeOOBaANIOCh TMOPUIN3UPOBATh TpuALaTh yetbipe JJHK-
MapKepa, COOTBETCTBYIOIIMX IIOCJIEI0BATEIBHOCTSM 3K30HOB OPTOJIOTMYHBIX T'€HOB
An. atroparvus (mpuioxenne A.l). Ha kaxayro uteparuio TpedboBaioch He Oonee 3—4
JHK-mapkepoB. Takoe unciio no3BosisieT 3PGEeKTUBHO JOKAIU30BaTh MEPECTPOCHHbIE
Y4acTKU TeHOMa, u30eras M30BITOYHOTO HCIIOJIb30BAHMUS MApKEPOB M MPU ITOM HE
CHIKasi TOYHOCTh aHain3a. Ha mocnemHux urTepanusx BbIOOp MapkepoB Obul Ooliee
aKKypaTHBIM U JIOCTaTOYHO ObLI0 1-2 MapkepoB. CymMMapHO, BCEMHU UTEpalUsiMU ObLIO
«IPOUJIEHO MO XPOMOCOME» OKO0JIO 4 MIIH. I.H., YTO COCTaBJISIET MpuUMepHO 23,5% ot
obmrert AyMHBI X-XpoMOcoMbI. BriepBbie aisi BuaoB moarpymmbel Maculipennis Obuiu
MOJIYYeHBI KOOPJAMHATHI C BBICOKUM pa3perieHueM IS TeHOB, (GIaHKUPYIOIIHX

XPOMOCOMHBIE TIEPECTPONKU (PUCYHOK 12 a).
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Pucynoxk 12 — ®usndeckas KapTa TeHHBIX MapKepoB, CHHTEHHBIX 0510k0B (CB) u okpecTHOCTEH TOUeK
pa3peiBoB (BR) pukcupoBanHbix nHBEpcuii Ha X-xpoMmocome Mexay An. atroparvus u An. messeae.
(a) 'enomnas no3unus reno, Cb u BRs y An. atroparvus. Cuaue u KpacHbIe TOYKH 0003HAYAIOT
TeHBI, TIOKAJTM30BaHHBIC B KOJUTMHEAPHBIX U MHBEPTUPOBAHHBIX 00JIACTSIX, COOTBETCTBEHHO. (0)
Xpomocomubie mozunuu Cb u BRs y An. atroparvus (X atr) u An. messeae (X1 mes). Cunue u
KpacHbIE CTPEJIKU MPEJICTABISIFOT KOJUTMHEApHbIE U MHBEPTUPOBAHHBIE 00JIACTH, COOTBETCTBEHHO

JlnmuHbel MeXy (piraHKepHBIMU T€HaMU cocTaBuiv oT 7,4 no 12,1 ThIC. M.H., pu 0OI1IeH
JUTMHE TeHOMHOW cOopku X-xpomocoMmbl An. atroparvus (AatrE3) B 17,5 muH m.H
(tabmuma 4). Bocemb reHOB, (IaHKUPYIOIMIMX XPOMOCOMHBIE MEPECTPOUKH, ObLIH
JIOKaJIU30BaHbl B JUCTAIBHOM M MPOKCUMAJIBLHOM KOHIIE X-XPOMOCOMBI, MO YEThIPE B
kaxaoM. [lonoxenue GaaHKEpOB B IUCTATLHOM KOHIIE COOTBETCTBYET XPOMOCOMHBIM

pationam 1A-1B y An. atroparvus u 1B-1C y An. messeae. IlonoxeHue reHoB B
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IIPOKCUMAJIbHOM KOHIIE COOTBETCTBYET paroHam 3B-3C u 4A-4B y An. atroparvus u

An. messeae, COOTBETCTBEHHO (PUCYHOK 12 0).

Tabnuua 4 — KoopauHatel (QUIaHKUPYIOIIUX T€HOB TOYEK Pa3pbiBOB (DUKCUPOBAHHBIX

uHBepcuil B X-xpomocome An. messeae Ha XpoMOCOMHOM cbopke An. atroparvus

Jucraasnbiii JHK mapkep IIpoxcumansHslii JTHK mapkep JuHa
BR BR,
Koopaunartsi ID rena Ik30H* | Koopamuartsl ID rena IK30H* ILH.
1,447,542... 1,465,925... i
I 1,458,895(+) AATE008844 7 1,468,608(-) AATEQ016042 2-3 7,395
1,988,001... 1,999,834... i
I 1,992,840(-) AATEQ016478 1 2,001,318(+) AATEQ020848 1-2 7,475
12,347,972... ) 12,360,652...
Il 12,350,706(-) AATEOQ000407 4-5 12,374,345(-) AATE002183 8 12,152
14,480,893... 14,520,988...
v 14,510,197(+) AATEQ004183 10 14,521,746(+) AATEO009858 1 11,543
[Mpumeuanne — BR — Touku pa3peiBos; ID — unentudukatop, cornacuo 6aze VectorBase; *— HoMep 3k30Ha, K
KoTopoMy ObLia pazpadorana JJHK-mpoba

Pesynwsratel qeyxuBerHoro FISH moarBepskaator, 4to mapsl (hiiaHKEpHBIX TEHOB,
KOTOpBbIE HAXOJWJIUCh PAIOM Jpyr ¢ apyrom y An. atroparvus, pacrnojioeHbl Ha
3HAYUTEITLHOM PACCTOSTHUH, MIPEBHIIIAIOIIEM MMOJIOBUHY XpOMOCOMBI Y An. messeae. Tak,
nanpumep, AATE008844 u3 xpomocomHoro paiiona An. atroparvus 1A nokamuzyercs
BOM3u rena AATE004183 u3 paiiona 3C Ha X-xpoMmocome An. MeSSeae, uto ykasblBaeT
Ha TO, YTO OTU TE€HBI OBUIUM TIEPEMEIICHBI B PE3YJIbTaTe XPOMOCOMHOM MEPEeCTPOUKH.
Touno Tak xe AATE016042 u3 permona An. atroparvus 1A TecHO JOKaJIM3yeTCs C
AATEO009858 u3 paiiona 3C. I'en AATE016478, naxoasuuiicsi B XpOMOCOMHOM paiioHe
An. atroparvus 1B nokanuzyercst BOnu3u rena AATE000407 u3 paitona 3B, a ren
AATE020848 u3 paitona 1B Tecno nokanuzyercs ¢ renom AATE002183 u3 paiiona 3B
(pucynok 13).
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DAPI DAPI
AATEO08844 AATEO09858

DAPI DAPI
AATE020848 . ) - AATE02183

Pucynok 13 — FISH JIHK-nipo0, pa3paboTanHbIX Ha OCHOBE TeHOB AN. atroparvus, gpiaHKupyomux
BR ¢ukcrpoBaHHBIX EPEeCTPOCK Ha MOIUTEHHBIX X-XpoMocoMax An. messeae. (a) MapkepHbie reHbl
BRI; (6) Mapkepnsie renst BRIV; (B) Mapkepnsie renst BRIL; (1) Mapkepssie renst BRIIL. [To3umun

TeHOB Ha XpOMOCOMaXx yKa3aHbl OesbIMU cTpenkamMu. C — HeHTPOMEpHBIH KoHel xpomocoMsl, CC —

XpoMoteHTp, t — renomepsl. Macmtad — 10 Mxwm.

3.1.2 KapTupoBanue noJuMopQHbIX MHBEPCHIA

[TomumopdHubie wuHBepcun B X-xpomocomMe y  ANn. messeae  mupoKo
pacnpocTpaHeHbl B npupoje. OCHOBaHUEM I KapTHPOBAHUS TOYCK Pa3phIBOB JABYX
noauMopdHbIX HHBepcuii An. messeae X2 u An. daciae X0 mocmyXuiM JaHHBIC
KapTHpOBaHUS  (UKCHUPOBAHHBIX  TEPECTPOEK BHYTPH  X-XPOMOCOMBI ~ MEXIY
An. atroparvus u An. messeae, a Tak:ke MapKepbl MPEABLAYIIHMX UcclieaoBanuii [22]. Dto

MIO3BOJIMIIO JIOTIOJTHUTEBHO KapTUPOBATh 22 reHeTHIecKnx Mapkepa [214] (mpunoxenne

A2).
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Paiion, cogepxainii TUCTAIbHYIO TOUKY pa3pbiBa HHBepcun X2 An. messseae ObLn
POKapTUPOBaH C paszpemeHueM 26,6 ThIC. H. H., TOTJAa KaK paioH, COJAEprKallui
IPOKCHMAJIbHYIO TOYKY pa3pbiBa — 14,8 Teic. m. H.. Jlns maBepcum X1 An. daciae
MPOKCUMaJIbHAs TOUKa OblJIa KApTUPOBAHA C pa3pelieHueM 8,5 ThIC. II. H., B TO BpeMsI KaKk
IPOTSHKEHHOCTh PaiOHa, COAEPIKAILEro AUCTAJbHYIO TOUKY pa3pbiBa coctaBwia 171,5

TBHIC. II. H. (Tabnuma 5).

Tabmuua 5 - KoopauHatel (IaHKUPYIONIMX T€HOB TOYEK PAa3pbIBOB MOIUMOP(PHBIX

MHBEPCUHN Ha XpOMOCOMHOI coopke An. atroparvus

Jucranbubiii JHK mapkep HMpoxcumanbubiii JTHK mapkep
BR
Koopaunartsi ID rena Ix30on* | Koopaunarbi ID rena IK30H*
13,261,242... 13,236,449...
X2 er 13,265,420(+) AATE009941 2-3 13.246.292(-) AATE005475 3
1,465,925... 14,520,988...
X2npoxe 1.468.608(-) AATEO16042 | 2-3 14.521.746(+) AATEQ009858 1
4,398,0009... 4,571,860...
X0 et 4.404.032(-) AATEQ21012 4 4.577.721(-) AATE013154 3
17,252,047... 17,260,494...
XOnpoxe 17,256,383(+) AATE003340 2 17.265.377(-) AATEQ18776 2-4
[pumeuanne — BR — Toukn pa3pbIBOB; AUCT — TUCTAJIbHAS TOYKA Pa3pbIBOB; MPOKC — NPOKCHMaJIbHAsI TOUKA Pa3PhIBOB;
ID — unentudukatop, cornacHo 6aze VectorBase; *— HoMep 9k30Ha, K KoTopoMy Oblia pa3zpadorana JJHK-mpoba

Pernon mpotsbkeHHocTero 171,5 ThIC. . H., COAEpKAIMM IHUCTAIBHYIO TOYKY
paspbiBa nosimMopdHoOi mHBepcun X1, comepkut auiib 10 aHHOTUPOBAHHBIX T'€HOB,
KOTOpbIC KapTUPOBaTh Ha X-xpomocome An. daciae He yaanoch (pucyHok 14). Oprosor
rena AATEO013223 nokamuzoBaics B 3R mueue An. daciae, torma kak s Jpyrux
(AATE009672, AATE006112), JIHK-ipo6s1

OpTOJIOTOB pazpaboTaHHbIE HE

ruOpHUIN30BaATUCH Ha XpoMocomax An. daciae.
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B
I I I C An. atroparvus
Il I C An. daciae X1
I II C  An. daciae X0

AATE021012 | AATEO13154 EEVANIVVREE] AATE018776

Pucynok 14 — Pacnonoxenue JJHK-mapkepoB, ¢hnaHKkupyrommx pernoHsl pa3pbiBoB HHBEpcUn X1.
[Tpumeuanue: (a) - nokanuzanus JJHK-MapkepoB Ha HONMUTEHHBIX XPOMOCOMAX KJIETOK CIFOHHBIX
xene3 ocobeit ¢ renorunom X00 (u X01 amst AATE021012); (6) - ¢pusmueckas kapra JTHK-mapkepos
Ha xpomocome X00; (B) - cxema cpaBHeHus nonoxenust JJHK-mMapkepoB 0THOCHTENIBHO pedepeHCHOrO
reHoma An. atroparvus, a takxe nopsinka reaoB B X1 u X0 y An. daciae; C- nuentpomepa;
MaciitabHas TuHeika - 10 Mxm.

KaptrpoBanue OHCTAIBHOM TOYKHM pa3pblBa MHBEPCUMU X2 MOKA3aJlo, 4TO OHA
JIOKaJIM30BaHa B HHTEPBAJIC MEKIy TOUYKAMHU pa3pbiBa ABYX (PUKCHUPOBAHHBIX WHBEPCHH,
ormucaHHbix panee [209]. Ilpu 3TOM paiioH, coaepkaluid MPOKCHMAIbHYIO TOYKY
pa3peiBa MHBEpcUU X2 TOJHOCTHIO COBIANAET C TOYKOW pa3phiBa (HPUKCUPOBAHHOU
unBepcuu BRIV, rae B kauecTBe MapkepoB UCIOIb30BaIUCh T ke renbl AATE016042
nu AATEO009858 (pucynok 2). ®u3nyeckoe KapTUPOBAHWE I'EHETUUECKUX MapKEepOB Ha
[UTOT€HETUYECKOM KapTe MOJUTEHHBIX XPOMOCOM KJIETOK CIIOHHBIX JKeJIe3 OITBEPANIIO
pacIojiokeHue TOUYEeK pa3pbiBa UHBepcuU X2 B paiionax 1B-C u 4B, u npokcumansHoi
TOUYKH pa3pbiBa uHBepcHu X1 B paiione 5B [16]. TouHocTh ompeneneHus MOJOKEHUS

JUCTAILHOM TOYKHU pa3pbiBa HHBepCcHH X1 oKa3anach HIbKe UToreHerndeckoi (1D-2A).
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AATE016042

AATEO005475
AATEO016042
AATE009941
AATE009858

C  An. atroparvus
C  An. messeae X1

C  An. messeae X2

AATE016042 AATE009858 AATE009941 AATE005475

Pucynok 15 — Pacnonoxenue JIHK-mapkepoB, hraHKHPYyIOIUX PETHOHBI Pa3pbIBOB UHBEPCHH X2.
[Mpumeuanue: (a) - mokanuzanus JJHK-mMapkepoB Ha NOJTUTEHHBIX XpOMOCOMAX KIJIETOK CIFOHHBIX
xese3 ocobeit ¢ renotunom X12; (6) - pusndeckoii kapra JJHK-mapkepor Ha xpomocome X22; (B) -
cxema cpapHeHus noyoxenus: JIHK-mapkepoB oTHOCHTENBbHO pedeperHcHoro renoma An. atroparvus, a
Taroke nmopsiaka reHoB B X1 u X2 y An. messeae; C- neatpomepa; CC-XpoMOIIEHTp; MaciTaOHast
nuHeika - 10 Mmxm.

J11s1 TOTO, 9YTOOBI MOATBEPIUTH UM ONIPOBEPTHYTH TUIIOTE3Y O TOM, YTO BAPHUAHTHI
An. messeae X1 u An.daciae X1 uMEIOT CXOMHBIA MOPSAOK T'CHOB, U SBJISIOTCS
HCXOIHBIM BapHMaHTOM U1 MOJUMOPGHBIX BapuaHToB X2 u X0, OBUIO IPOBEICHO
JIOTIOJTHUTEIbHOE KapTUPOBaHUE (IAHKEPHBIX T'€HOB (DUKCUPOBAHHBIX HWHBEPCHH Ha

NOJUTEHHBIX Xxpomocomax An. daciae X1. Pe3ynbpraTel MOATBEPIMIIA THUIOTE3Y, YTO
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BapuanTel An. messeae X1 u An.daciae X1 uWMEHOT CXOIHBIA TMOPSJOK TEHOB

(mpunoskenue bB).

3.2 Onucanue CMHTEHHBIX 0JIOKOB Ir¢Hos, Oﬁpa30BaHHBIX XPpOMOCOMHBIMM

nepecTrpoikaMu B X-XpoMOCOMe, U PEKOHCTPYKIMSI MHBEPCHOHHBIX COOBITHIA

Yerpipe pernoHa (UKCHUPOBAHHBIX TOYEK Pa3phIBOB, UACHTHU(MHUIIMPOBAHHBIC B
X-xpomocome An. atroparvus, mo3BOJIMIN Pa3AeIUuTh XPOMOCOMY Ha MSATh CHHTEHHBIX
omoxoB (CBb1-5) paszmuunoro pasmepa ot 0,5 muH. 1.H 10 10,3 MiIH. 1.H. (pucyHOK 12a).
Y4uuThiBas qaHHBIC KAPTUPOBAHKS MTOTMMOP(GHBIX HHBEPCHUH, CICAYET CIeIaTh MTONPABKY
B KosimuecTBe 0J10Kk0B. [Ipy HaHeceHUN MOMMMOP(GHBIX TOUEK Pa3phbIBOB HA XPOMOCOMY
An. atroparvus Mo>XHO BBIJICTTUTH JOMOTHUTEIBHO €IIE TPU CHHTEHHBIX OjoKa. Takum
o0pa3oM, ¢ y4eToM U (PUKCHPOBAHHBIX U MOTUMOP(PHBIX HHBEPCHI MPETKOBHIN TOPSIOK

I'CHOB MOKHO Pa3/ICJINTh HA BOCEMb CHHTEHHBIX OJIOKOB (PHCYHOK 16).

§ B‘RI Bfll Blilll BR‘YIV

] An. atroparvus

Q » » » » »  » C ! .

£ . 4 4+ 4 +. X An. maculipennis

@ BRXO BRX2 BRX2 BRXO

3 B csi

g B*RI BFII BRI{IVI B*RIV

=

g . » » » . c X1 An. messeae Cb2

e CB3
Cb4

_ > ) > B c X2 An. messeae CE5

% BRX2 BRX2 CE6

s

3 An. messeae Cb7

Z . » » » . C X1 An. !

g n. daciae . CB8

g

5

-

. LA » *. C X0 An. daciae
BRX0 BRX0

Pucynok 16 — ITopsigok paciionoKeHusi 1 OpUEHTALMS CHHTEHHBIX 0JI0KOB, 00pPa30BaHHBIX TOUKAMH
paspbiBa GUKCHPOBAHHBIX U MOJIMMOP(HBIX HHBepcHid y ANn. messeae u An. daciae. Ilpumeuanne — C —
IIEHTPOMEPHBIN KOHEIl XpoMOCOMbI; Cb — CHHTeHHBIH 0J10K; CTpeTKaMH YKa3aHO U3MEHEHHE MOPsIIKa
T€HOB CUHTEHHBIX OJIOKOB.
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[Ipu QopMupoBaHUM HOBBIX CHHTCHHBIX OJIOKOB W3MEHECHHS MPETEPIEIH
«opiBime» CBb3, Cbhb4 u CB5. U3 Cb3 obOpazoBanuck HoBble CHh3 u Ch4, 3a cUét
HAaHECEHMS NHCTaNbHON ToukH pa3pbiBa nHBepcuu X0. Cb4 pacnancs Ha HOBble CHS u
Cb6 3a cuer yuyactuss B uHBepcun X2. CB5 Obu1 pa3genéH mpoKCHUMaabHOW TOYKOU
paspbiBa nHBepcuu X0 Ha nBa HOBBIX CH7 u ChS.

Y CBI1-7 He OBUIO HANIEHO CYIIECTBEHHBIX pa3IMYUMil B IUIOTHOCTH T'€HOB
(mpmitoxkenne B); p-value ANOVA cocraBmsuio 0,65, a F-value cocrasmsuio 0,61.
CpenHsis I0THOCTh TEHOB B X-xpoMocoMe coctaBuina 7,31 + 3,68 na 100 Thic.1.H. npu

MakcuMaibHOM 3HadeHun 20 reHoB Ha 100 TeIC.1.H. (Tabmwuia 6).

Tabnuua 6 — XapakTepuCTUKH CHHTEHHBIX OJIOKOB

Ne Cb | niuna CB, n.H. Kox-Bo renos B Cb Cpen. mnotHocts renos B Cb
1 1458 895 122 8,36
2 526 550 42 7,97
3 2 401 223 179 7,45
4 7775450 533 7,11
) 902 442 53 5,87
6 1272 996 86 6,76
7 2733670 193 7,06
8 HET TOYHBIX JTAHHBIX
[Ipumeuanue — cpeHss IIOTHOCTD yka3zaHa Ha 100 K6

CambiM npoTsk€HHBIM OJiokoM siByisieTcst Ch4 u cocrasnsier 7,7 MO, a cambiM
kopoTkuMm CBb2 mmunori okono 0,5 M6. [Jnuny CB8 TOYHO OLIEHUTH OKa3ajaoCh
HEBO3MOXHO, IIOCKOJIbKY paclojiO)KEHUE IIEHTPOMEPHOrO pailoHa B reHome An.
atroparvus He ompejaeicHO, OJHAKO yiydlleHHas cOopka reHoma AatrE4 [215]
no3BossieT oneHUTh Chb8 He Menee ueM B 8,5 muH. 0. H.. CB1l, CB3, Cb4, Cb7, Cb8
COXPaHSIU MPEIKOBBIN mopsaaok reHoB B X1 An. messeae (An. daciae), Torna kak Cb2,
Cb5 u Cb6 MeHsIM Kak pacrojoKeHUE Ha XPOMOCOME, TaK ¥ NOPSIIOK reHoB. MHBepcns
X2 3axBathiBaeT yeThipe cuHTeHHBIX O0Ka (Ch2, Ch3, Ch4 u CBS5), a uaBepcus X1 —
tpu (CB2, Ch4, Cb7). Ecnu npeacTaBUTh JUIMHBI MOIUMOPGHBIX HHBEPCUN KaK CYMMY
JUTHH CHHTEHHBIX 0JI0KOB 13 reHoma An. atroparvus, To mpoTssKeHHOCTh 000X WHBEPCUI

OK&XeTCAd  NpUONM3UTENIbHO  OAMHAKOBOW: JJMHA HWHBEPCUHM X2  COCTaBUT
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npuom3uTenbHo 11,7 MutH.ILH (45% OT Bcelt nuHbI X), a ITMHA MHBEPCHH X | COCTaBUT
11,2 mun.1.H (43% ot Bceit nnunbl X).

Cbhbl, Cb3, Cbh4, Cb7 u CBb8 wuMenu OJMHAKOBYIO NOCJIEIOBATEIBLHOCTh WU
OpHEHTALIMIO TeHOB Kak y An. atroparvus, tak u y An. messeae X1, B To Bpems kak CBb2,
CB5 u Cb6 oTiMyaiuch Mo Mocie10BaTeIbHOCTH U OPUEHTAIIMKM T€HOB y 000MX BUIOB.
Cpenu nomumopdHBIX HHBepcuid An. messeae-An. daciae Taxxe HaOJIIOIaTUCh KPYITHBIE
nepectpoiiku: Cb4 Bapruanta X1 uMeeT ”HBEPTUPOBAHHYIO MOCIE0BATEILHOCT T€HOB
B 00eunx noaumopdusix Bapuantax X2 u X0. Cb1, Cb6 u Cb8 Bo Bcex Tpex BapuaHTax
MMENM OJMHAKOBOE pacroyioxkeHue u opueHrauuio. [lomumopduas wunBepcus X2
OTJIMYAETCS OT cTaHjapTa X1 MHBepcHUel YYaCTKU XpPOMOCOMBI, BKJIIOYAIOUIEH B ceOs
yeTbipe cuHTeHHBIX Oyoka: Ch2, Cb4, Cb3 u CB5. Bapuant An. daciae X0 otiugaercs
oT An. messeae X1 npuOIM3UTEILHO TaKUM K€ MO pa3Mepy Y4acTKOM, HO C APYTUM
conepxkanueM cuHTeHHbIX 0s10koB: Ch7, Chb2, Ch4. Bo Bcex ciydasix GUKCUPOBAHHBIX
u nosiuMopdHbIX nepectpoek Cb1 u Chb8 He MeHsIM CBOETO MOJIOKEHUSI U OPUEHTALIUU.

Jns moaTBepKaeHUs THUHOTE3bl O meperpynmnupoBke BocbkMu Cb B pe3ynbraTe
JIBYX BIIO)KCHHBIX MHBEPCUN M OJHOW moiaumop(HOU, ObLI pa3padoTaH COOCTBEHHBIN
MHCTPYMEHT JIJIsl PEKOHCTpYKIMH coObITuid nepectpoek (GIC), koTopble MOTJIN BbI3BaTh
HaOro1aemMbie pa3iauuus. Tak Kak MperoiaraeTcs, 9To BapuaHTbl XpoMocoMbl X0 u X2
MPOU3OLUIM HE3aBUCUMO JpPyr OT JApyra, TO JJisl PEKOHCTPYKIIMHM HWHBEPCUM
moTpedoBaIoCch 1Ba cleHapus: «An. atroparvus-An. messeae XI1-An. messeae X2» u
«An. atroparvus-An. messeae X1-An. daciae X0». Jlns npoBenenus pekoncrpykuuu Ch
OB 0003HAYEHBI IEIBIMU YKcIaMu OT 1 70 8, a uHBepcus 6j10ka 0003HaYAIaCh TEMHU
K€ YHCIIaMHM, HO CO 3HAKOM MHUHYC. B KauecTBe BXOJHBIX JaHHBIX HCIOJIb30BAIUCH

cneayromue nopsaku u opuentanuu Cb, ykazanuslie Ha pucyHkax 17 u 18.



Genome Inversions Calculator

An. atroparvus 12345678

An. messeae X11 1-6-534-278

An. messeae X22 16243578

Results:

Transformation from An. atroparvus to An. messeae X11:
Step1:1-6-5-4-3-2780
3

Step2:1-6-534-2780
Mimimurm inversions required: 2

Transformation from An. messeae X11 to An. messeae X22:
Step1:1-62-4-3578
Mimimum inversions required. 1

Genome Inversions Calculator

An. atroparvus 12345678

An. messeae X11 16534278

An. daciae X00 1653-72-48

Results:

Transformation from An. atroparvus to An. messeae X11:
Step1:1-6-5-4-3-2780

3
Step2:16-534-2780
Minimum inversions required: 2

Transformation from An. messeae X11 to An. daciae X00:
Step1:1-6-53-72-48
Minimum inversions required. 1

Pucynox 17 — MuTepdetic mporpammsr GIC B neiicTBun Ha mpuMepe peKOHCTPYKIIHA XPOMOCOMHBIX
niepecTpoek ist momuMopHbIX maBepcuit X2 (a) u X0 (0).

PesynbraTom 3THX mepectaHoBok ctan ooMeH nosurusimu Cb2, CbS u Cb6, u
U3MEHEHHUE WX OpHUEHTAIlMU Ha MPOTUBOMNONOXHYIO. DU Tpu Cb cocraBunmm 16%
AyXpOMaTUUEeCKOM YacTtu X-xpomMocombl U 15% nmmuHBl  BCcel  X-XpOMOCOMBI
An. atroparvus. Kak muaumym 181 aHHOTHpOBaHHBIN Tr'eH, pacnonoxeHHbli B Cb2 u
Cb5-Cbhb6, wu3MeHWIM CBOE TOJOKEHUE M OPUEHTALMI0 MEXAy X-XpOMOCOMaMH
An. atroparvus u An. messeae.

PekoHCTpyKIMs OTYETIMBO TMOKa3zajia, yTo o0a CLEHapHUs UMEIOT OJIMHAKOBBIE
miarv npu U3MeHeHuH nociuenoBareabHocTd Cb Bo BpeMsi pUKCHUPOBAaHHBIX MHBEPCHUH.
Jlns  mpeoOpazoBanus mocheaoBaTenbHOCTH #3  An. atroparvus B Bapuant X1
noTpedoBajIOCh JBa MHBEPCUOHHBIX COOBITHS, KOTOpbIE OTIMYAIWCh IO JUIMHE H
3anerictBoBasid pazHblie BR. bonbmias unsepcust (~13 M0O) Bkmouana Cb2, Cb3, Ch4,
CB5 u Cb6, ucnons3yst BRI u BRIV An. atroparvus, Torna kak MenbIast uaBepcust (~10
M0) 3aaeiictBoBana Tosibko Ch3 u Cbhb4, u ucnons3oana BRIT u BRIII An. atroparvus.
Takum 00pa3oM, MeHblIass MHBEpPCUs ObUla BIIOKEHA B OOJIBIIYIO MHBEPCHUIO, YTO
COOTHOCHUTCS C MOJTYYSHHBIMU PE3yJIbTaTaMU KApTUPOBAHUS (PUKCUPOBAHHBIX NHBEPCHIA.
Teopernyeckud, BO3MOXKHBI JBa CIEHapusi COOBITHMH TIepecTpoeK: JTubO0 CHayana
MPOM30IIIa Majiasi MHBEPCHUs, a 3aTeM OOoJblas, JUO0 OHM MPOU3OLUIA B OOpaTHOM

nopsiike (pucyHox 18).
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An. atroparvus X

(1]2|3]4|5|6|7]8]

I
[1 vHBEpCKA]

\Z

NPOMEXYTOYHbIM BapuaHT X

(1]-6]-5]-4]-3]-2|7 8]

I
[1 nHBEpCUKA]

\Z
An. messeae (An. daciae) X1

|—[1 6(-5|3|4|2]|7 8]—|

[1 nuBepcus] [1 uHBEpPCHKA]
An. messeae X2 An. daciae X0

(1]-6]2]4]3]5|7]8] [1]6]|5]3]7]2]4]s]

Pucynox 18 — DBoutorust mopsinika reHoB B X-xpomocome An. messeae u An. daciae mo
pesynbratam aHanusza GIC. KpacHbiM 11BeTOM 0003HaUCHBI CHHTEHHBIC OJIOKH, 3aTPOHYTHIC
(MKCUPOBAHHBIMH UHBEPCHSIMHU, ITYPITYPHBIM U 3€JICHBIM [[BETAMHU — MOTMMOP(HBIC HHBEPCUH

An. messeae u An. daciae cooTBETCTBEHHO.

O06a coOBITHS paBHOBEPOSTHBI, HO PEAIbHBIN MOPSIIOK COOBITUI BOCCTAHOBHUTH HE
MPEACTABISIETCS. BO3MOXKHBIM. B MOIAEpKKY 3TOM pPEKOHCTPYKUMU BBICTYHAIOT
pe3yabTaThl buszngecKoro KapTUPOBAHUS baHKepHBIX JAHK-mapkepos,
3aJICHCTBOBAaHHBIX B (PMKCHPOBAHHBIX HWHBEPCHAX, Ha Xpomocomax An. daciae X1
(npunoxxenue b).

Boccoznannbeie nmonumopdubie BapuaHThl MHBepcuit X2 u X0 OTIWYauCh 1O
yucity 3aaeicTBoBaHHbIX Cb - 110 YeThIpe U TpU, COOTBETCTBEHHO. TeM He MeHee, B 000HX
CIy4yasiXx ajrOpuTM MpPEICTaBUJ MX TMOSBIEHUWE B OJWH Iar, B OTJIUYHE OT
(UKCHUPOBAHHBIX WHBEPCHH, YTO TaKXKe MOATBEPKIACT HAOIIOAACMBbIC PE3yJIbTaThI
KapTupoBaHus. IHBepTUpOBaHHbIE OJIOKU MOTMMOP(HBIX MEPECTPOEK 3aHUMAIOT 67% 1
64% nnuabl Bcel X-xpomocombl An. atroparvus gisi BapuantoB X2 u X0,

COOTBCTCTBCHHO.
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3.3 DBosoNNSs JHHEHHBIX NOPSIKOB OPTOJI0r0B IeHOB, (WNIAHKUPYIOUIUX TOYKH

pa3pbiBOB B X-XpoMocoMe, y IPyrux npeacrasuresieit Anopheles

B paboTe Ob110 MCTIONB30BaHO (PHIOTEHETHYECKOE APEBO TSI HEKOTOPBIX BUIOB
Anopheles, st KOTOPBIX WMEIOTCS XPOMOCOMHBIE COOPKHM T€HOMOB, YTOOBI
BU3YQIM3UPOBATh HBOJIOIHUIO XPOMOCOMHBIX JIOKQIM3AIMA W JIMHEHHBIX TOPSIKOB
OpTOJIOTOB TeHOB, (prankupyromux BR y An. atroparvus u An. messeae (npunosxenue I).
B coorBerctBum ¢ ¢uioreneruueckuM apeBoMm, Culex m Aedes sBistoTcs BUAaMU
BHEIIHEH Tpymmbl, a amepukanckue Buasl An. albimanus u An. darlingi npeacrasnstor
0azanmpHyro smHHIO poxa Anopheles. HaumGonee OMu3kuM BUAOM K TOATPYIIIE
Maculipennis siBasiercs asumarckuii Bua An. SINENSIS M3 OJHOMMEHHOTO KOMILIEKCA, a
MpeAcTaBUTENH a(PUKAHCKOTO KOHTHUHEHTAa ObUIM BBIOpAHBI H3-3a IIMPOKOIO
pacrpoctpaH€HHOro mosmMoppusMa. YUYTOOBI PEKOHCTPYHPOBATh  PACIIOIOKCHUE
HPEAKOBOrO Mopsaka X-XxpoMocoM moarpymmsl Maculipennis, Mbl cpaBHUIH TOPSIOK
reHoB B BR y BusoB BHyTpu rpymmsl (An. atroparvus u An. messeae) ¢ mopsJikom reHOB
y BHJIOB, HE BXOAIIMX B oarpymimy maculipennis. Eciau mopsiiok renos B BR Obu1 Takum
e, KaK U BHE TPYIIIBI, TO 3TOT MOPSAAOK I'€HOB CUMTAICS MPEAKOBHIM. OCHOBHBIMHU
(GakTopamMu, BIMSIONIMMH Ha COXpPAHEHUE TIOPsIIKAa TEHOB B aHAIM3€, SIBISUIUCH
SBOJIIOIMOHHAS YAAAEHHOCTH OT moarpymmbsl Maculipennis u kauecTBo cOOpOK reHoMa.

Pe3ynbTaThl aHamM3a MOPSAKA OPTOJIOTUYHBIX T'€HOB BO BCEX YETHIPEX TOYKAX
pa3pbIBOB (DUKCHUPOBAHHBIX WHBEPCHI MPEACTABICHBI B BUAC CXeMbl Ha pucyHnke 19. Ha
OCHOBE  (DWIIOTEHETHYECKOTO  JIepeBa,  AHAJOTMYHOTO  IPEICTaBICHHOMY B
npunoxenusx [.1-1".4, ¢ nobaBieHrneM HEKOTOPBIX BUAOB moarpymmsl Maculipennis,
OBLJT BBITTOJTHEH MOJCYET CIy4acB MOBTOPHOTO MCIIOIH30BAHUS TEX JK€ TOUCK Pa3phIBOB,
yTto 1y An. atroparvus. CoriacHo nmoJiydeHHOU cxeme, Touka pa3pbiBoB BRIV sBnsiercs
HanOoJIee YacTO MCIOJIb3YeMOH (Tak Ha3bIBaeMOU «ropsiueii») B aBosrormu Anopheles u
BbIsiBiIeHa Y 12 u3 18 uccnenoBaHHbIX BUJIOB. [Ipu 3TOM aHIECTpaIbHBIM COCTOSTHUEM
ClIeyeT CUUTAaTh pa3lelbHOE PACIONIOKECHHE OPTOJOTHYHBIX T€HOB, (DIaHKHUPYIOIIUX
JaHHYIO TOYKY Pa3pbIBOB, MOCKOJIbKY UMEHHO TaKO€ COCTOSHHE XapaKTePHO KakK JUIs
BHEIIHEeW rpynmbl, Tak U s Oa3anpHOM nuHuu. C momomibio FISH we ymamoch

OJIHO3HAYHO OMPEACNIUTh JIOKATU3AINIO TeHOB, (PJIaHKUPYIOIKUX TOUKY pa3psiBoB BRIV
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y BumoB An. maculipennis, An.sacharovi u An. beklemishevi, npenmnonoxureabHO

BCJICJICTBUE OTCYTCTBUS OPTOJIOIOB B 3TOM PETHOHE, YTO MOJTBEPKIAACTCS CXEMOM,
npuBenéunoi B mpunoxenuu I'.1. Tem ne menee mas An. beklemishevi mamu Oblia
MIPOBE/ICHA TIOMBITKA BBIPABHUBAHUSA C WCIOJB30BAaHHMEM HOBOW TEHOMHOW COOpPKH,
npecTaBiICHHOM KpynmHbiME KoHTHTamMu (Kupuienko K. M., Heony61.). BeipaBHUBaHUE
¢mankupyrommx renoB BRIV Ha sty cOopky mokazano, uro reusl AATE004183 u
AATEO009858 pacrnoyio’)keHbl B OJJHOM KOHTHUI€ Ha pacCcTOsSHUM npumepHo 6,2 KO, uto
COTOCTAaBHMO C QHAJIOTHMYHBIM PACCTOSIHHEM MEXAy STUMU reHamu y An. atroparvus
(oxomo 11,5 Ko).
BRI BRIl BRIl BRIV

An. coluzzii

An. gambiae

~ @@

An. arabiensis

An. marshalli
An. moucheti

An. funestus
An. stephensi

An. daciae

An. messeae

900000 000

An. maculipennis
An. atroparvus
An. sacharovi ?

An. beklemishevi

An. sinensis ? ?

An. albimanus . .

An. darlingi . ?

Culex quinquefasciatus . .
Aedes aegypti . . .

Pucynox 19 — CxemaTnyeckas BU3yan3aliys UCIOIb30BaHus BRs y HEKOTOPBIX mpencTaBuTeNe
Anopheles 1 Bu0B BHEIIHEH pyNIibl. 3e1EHBIMU KPYKKaAMHU OTMEUYCHBI PETHOHBI Pa3pPhIBOB, YbH
(1aHKepHbIE TEHBI JIOKATM3YIOTCS B TEHOME HE PSAAOM JIPYT € APYroM. benbiMu KpyKKamu
0003HAYEHBI PETHOHBI Pa3pPBIBOB C TIOPSAKOM IeHOB Kak y An. atroparvus. Bormpocom oTMedeHbI
PETrUOHBI Pa3PbIBOB, B KOTOPLIX HC YAAJIOCh YCTAHOBUTL PACCTOAHUC MCIKIAY @HaHKCpHLIMI/I Tr€HaMu.
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AHanu3 nopsika reHoB B pailoHe Toukd pa3pbiBoB BRIII BeisiBUI HAaMOOIBIIYIO
ABOJIIOLIMOHHYIK0 KOHCEPBAaTUBHOCTh CpPEIHM BCEX MCCIENOBAHHBIX TOYEK pPa3pPbIBOB
(mpunoxenue I'). B kauectBe ¢ankupyromux reHoB 0butk BeioOpansl AATE000407 u
AATEO002183, ogHako MeXIy HHMH, COIJIACHO T€HOMHOMY Opay3epy, pacloJIOKEHbI
emé nBa reHa (AATE001433 u AATE(020008), koTopele HE yIaaoch KapTHPOBaTh Ha
XpoMocomax BuoB noarpymmbsl Maculipennis ¢ momormipio Metona FISH. B aposroruun
pona Anopheles nanHas Touka pa3pbIBOB BIIEPBBIC HCIIOJIb30Baiachk y AN. messeae u
MO3/IHee BO3HUKJIA JIMIIb Y POACTBeHHOro Buaa An. daciae.

Toukn paspeiBoB BRI u BRIl oOka3aince MeHee AaKTUBHO BOBJICUCHBI B
SBOJIIOIIMOHHBIC TepecTpoiiku. Jlnst BumoB moarpymmsl  Maculipennis pasaensHoe
nojnoxenue Gruankupyronmx reHoB B Touke BRII, kak u B BRIV, He sBusercs
aHIIeCTPaJbHBIM, OoMHAKo y An.messeae m An. daciae ormedaercss BO3BpaT K ITOMY
HBOJIIOLIMOHHO HCXOAHOMY mosoxenuro. s BumoB An. sinensis u An. marshalli
MOPSIZIOK  OPTOJIOTMYHBIX TE€HOB YCTAHOBUTH HE YJAJoCh U3-3a MaJOl JIJTUHBI
OMyOJIMKOBAHHBIX KOHTWUTOB. BOJIBIIMHCTBO OPTOJIOTHYHBIX TEHOB, (PIAHKUPYIOIIUX
pa3psiB BRI, Obu10 06Hapy»)eHO B ayTOCOMax y IPYyTrUX BUIOB, OJTHAKO MIPHUIIETAIONINE K
HUM TE€HHBIE OKPYKCHHUS COXpaHsJId CBOE TIOJIOKEHHE Ha X-XpOMOCOME, 4YTO
MOATBEPKAAETCSA JAHHBIMU B MPHIIOKEHUH [

Jnsa touku paspsiBoB BRI omHO3HAUHO OmpeAenuTh 3BOIIOLMOHHO HCXOJTHOE
COCTOSIHUE 3aTPyIHUTEIBHO O€3 BOBJICYEHMS JTONOJHUTEIBHBIX MAapKEPOB, MOCKOJIBKY
BUJIbl BHELIHEW TPYIIIbl IEMOHCTPUPYIOT KaK BapUaHT, aHAJOTWYHbIA An. atroparvus,
TaK ¥ MPOTHBOIOJIOKHBIN emy. J{s Bumga An. SINENSIS MOPsI0K F'eHOB TaKKe HE YIAI0Ch

AOCTOBCPHO YCTAHOBUTD.

3.4 I'eHOMHBIH COCTaB OKPECTHOCTENH TOYEK Pa3pPbIBOB PUKCHUPOBAHHBIX HHBEPCHIT

[TockonbKy mociaeaoBaTesIbHOCTh TeHOMa AN. Messeae moka HeAOCTyIHa, Obul
MPOAHATIM3UPOBAH TEHOMHBIN COCTaB B OKpecTHOCTsAX BR, mcmonw3ys pedepeHcHyrO
nociieqoBaTenbHOCTh TeHoma AatrE3  An. atroparvus. 2Tu  OKpecTHOCTH ObUIU

ompeneneHbl Kak TreHoMHble obOmactu pasmepom 50 KO, pacnosiokeHHbIe
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HEMOCPEACTBEHHO 110 U nocie kaxaoro BR. Kaxxnas renomuas o0nacts Obl1a pa3zaeneHa
Ha OJMHAKOBBIC HHTEPBAJIbI, PaBHbBIC JIHMHE Kaxaoro BR B otnensuoctu (1.H. 6mu/bin).

AHanu3 JaHHOM XPOMOCOMHOW COOpKM TOKa3all, 4YTO IUIOTHOCTh PETPO-
tpancmo3oHoB (MI'D 1 kmacca) B X-xpomocome AnN. atroparvus okaszangach HHKE
IPUMEPHO B YeThIpe pasa mo cpaBHenuto ¢ JJHK-tpancnozonamu (MI'D II knacca). Tak,
€IMHCTBEHHBIN peTpolaieMeHT Obl1 oOHapyxeH nuiib B 0au3u BRI, B To Bpems kak B
IPYTUX PETHOHAX Pa3pbIBOB OHU MOJTHOCTBHIO OTCYTCTBOBAIN. B TO k€ BpeMs IJIOTHOCTH
JIHK-tpancno3onoB 6su1a 3HaunTensHo Bhiliie B BRII, BRIII u BRIV o cpaBHeHuto co
CpeaHel MIOTHOCTHIO JIsl X-XpoMocoMmbl. [IpuMeuatenbHbIM okazaioch, uto it BRI He

obuT0 3adukcupoBano Hu ogHoro JIHK-tpancno3ona (pucynok 20).

BRI BRI

12, 12,
9 9 —
o 101 S 101
o 8 o 84
2 6 2 6
O Q
2 44 ® 4
s s
< <
o 21 .= o 21 ... — .

0 T 04 0

1.414Mb 1.510Mb 1.947Mb 2.045Mb
reHOMHbIE KOOPAUHATDI reHOMHbIE KOOPAUHATDI
BRIl BR IV

12, 12,
© L
9 101 9 104
o o 8]
o} (o}
2 61 2 61
O — Q
< o < —
S TR CRERSe— B

0+ . 04 .

12.299Mb 12.409Mb 14.463Mb 14.567.Mb
reHOMHbIE KOOPAUHATHLI reHOMHbIE KOOPAUHATDI

Pucynok 20 — ITnotHocTs JJHK-Tpancmozonos (Kiacc II) B Toukax pa3phiBOB MHBEPCHil U UX
okpecTHocTel B X-xpomocome An. atroparvus. ITo ocu X oTMedeHbl TeHOMHBIE KOOPIMHATHI, TIO OCH
Y uucno TpaHCIIO30HOB B KaXKI0M ydyacTke JuHou mo 10 K6. CBeTiio po30Bbie CTONOIBI TOKA3BIBAIOT
nonoxxeHre BR BHyTpHu reHOMHBIX OKpecTHOCTel. KpacHble u cMHUE CTOJIONBI TOKa3bIBAIOT
w10THOCTh MI'D B BR M réHOMHBIX OKpECTHOCTSIX, COOTBETCTBEHHO. | €HOMHBIE OKPECTHOCTH
oIpeJiesIeHbl Kak TeHOMHbIe oTpe3ku JuinHon 50 K6 1o u mocne kaxkaoro BR. A o3HavaeT cpenHon0
mwioTHOCTh JIHK-TpaHCII030HOB 110 BCEW XpOMOCOME € pa3MepOM MHTEPBAJIa PaBHBIM
COOTBETCTBYIOLIEMY pazmepy BR
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AHanu3 nokasai, 4ro xapakrep HakoreHus JJHK-TpaHcno30H0B B 3THX yyacTKax
cymiectBeHHO BapbupyeT. B Touke BRI mmotHocts JIHK-Tpancno3zonoB cocrasisiia 0
AJIEeMEHTOB/OMH, a B €€ OKPECTHOCTSX TaK)Ke HE HaOII0Jal0Ch 3HAYUMOTO HAKOTICHUS .
Hampotus, B Touke BRIl nHabmiogaercst BwlpakeHHbIM mnuk HakoraeHus JIHK-
TpaHCIO30HOB — 11 snemenTtos/6un (p = 2,7x107), B TO BpeMs KaK OKPECTHOCTH TOYKH
paspbiBa JEMOHCTPUPOBAIM YMEPEHHOE HAKOIUICHHE NPUOIU3UTEILHO Ha YPOBHE
cpeanero. B Ttouke BRIl mmoTHOCT pgoctHrama Ttak ke 11 snemeHTOB/OMH
(p = 2,3x10°), a OKPECTHOCTU IEMOHCTPUPOBAIN IOBHILIEHHOE conepxanue JIHK-
TPAHCIIO30HOB MPHUOJM3UTEIBHO B J[Ba pa3a MO CPABHEHUIO CO CPEJHUM 3HAUYCHUEM.
BRIV xapakrepu3oBajics MOBBIIICHHON IJIOTHOCTBIO MO CPaBHEHHUIO CO CPEIHEN IIOo
xpomocome (HO mpu stom Hmwke, yeM it BRIl u BRII) — 7 snementos/Oun
(p = 5,2x107°); MIOTHOCTE MOOMIIBHBIX 3JIEMEHTOB B OKPECTHOCTAX ObLIA HIKE M
pacrpenensiaach paBHOMEPHO.

JononHuTenbHBIN anau3 coctaBa MI'™3 B pazubix BRS no3Bomiun 6osiee neraabHo
OXapaKkTepHU30BaTh CTPYKTYpPY Kakaoro pernona (tabnwma 7). B gactHoctu, BRI He
coJiepKaj MOOWJIBHBIX AJIEMEHTOB, OJIHAKO JIEMOHCTPHUPOBAI BBICOKOE COJCpIKAHUE
MPOCTHIX TOBTOPOB: pAa3JIMUHbIC BapHallMd MOHO-, JH- U TETPAHYKJICOTHIHBIX
nocnenoBarenpHocTeil (Hanpumep, (CAG)g , (AC), 5, (TATTTA)g u ap.), ¢ obmiei
nosie mokpeiThsi oBTOpoB B BR, cocraBmsromeit 7,4%. BRI, nanpotus, conmepxan
MOBBIINIEHHOE  MOOMNBHBIX  dnemeHToB, Bkiaouas CACTA-TIR (DNA/DTO),
hAT-DNA/DTA, PIF-Harbinger (MITE/DTH), Helitron u Hen3BecTHBIE 3JIEMEHTBI, IPH
3TOM TPOCTHIC MOBTOPBI OBUIH MPEACTABICHB OTHOCUTEIBHO MOHOTOHHO ((TTC), 5 ), a
obmiee mokpeITHEe moBTOopaMu Aocturaino 18,6%. JIns BRIII Oplna BeIsIBIEHA BBICOKAS
HACBIIIEHHOCTh Kak mpocThiMu noBTopamu (Hanpumep, (CGATGC)q , (TGC)3 ¢ ), Tak u
pazHooOpazueiMu MI'D, cpenu koropeix Takke mnpeodnamanu CACTA-TIR, PIF-
Harbinger u Helitron, a coBOKymHOE MOKpPBITHE COCTaBHJIO YyTh MEHBIIE, YeM B
npenpayeM peruone paspbisa. BRIV oka3zancsi HauMeHee TOMOT€HHBIM 110 COCTaBY:
3nech ObM HalineHel CACTA-TIR, Mutator-TIR, a Tax:xe 6 Heu3BecTHEIX MI™D u ouH
npoctoii oBTOp ((C)2 4 ), C OOIIUM MOKPBITHEM, COCTaBISOMMM 23,9% — cambiM

BBICOKUM CpeId BCEX MPOAHATM3UPOBAHHBIX PErMOHOB pa3pbiBoB. ['paduku,
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WJUTIOCTPUPYIOIIME IUIOTHOCTh T'€HOB BO BceX BRS M HMX OKpecTHOCTAX, a Takxke

pacinpCacinucC IMpPOCThIX ITIOBTOPOB JOIIOJIHUTCIBHO ITPUBCIACHBI B IIPUIJIOKCHU U B.

Tabmuua 7 — Copepkanue mnoropsitouieiicss JIHK u mokpbiTue B permoHax Toudek

pa3phIBOB MHBEPCHUI B COOTBETCTBUM ¢ aHHOTaIuen RepeatMasker

MoOunjbHbIE TeHeTHYeCKHue Oo01mee nokpbiTHE

BR IIpocTbie MOBTOPHI
JIEMEHTBI nosropamu B BR

(CAG)s, (CAG)10, (AC)25, (GA)11,
(CTC)g, (TTC)13, (CCAGC)s, 7,4%
(TATTTA)s, A-riches, A-richss, | <"
A-richsy, A-richss

CACTA TIR transposon
DNA/DTC (1); DNA hAT

. 18,6%
I [ (TTC)w DNA/DTA (1); DNA PIF
Harbinger MITE/DTH (8);
Helitron (1); Heussectro (1)
CACTA TIR transposon
DNA/DTC (3); DNA PIF
(CGATGC)y, (GCCACC)y, Harbinger MITE/DTH (2); hAT 14.4%
1 | (TGC)30, (TAT)g, (CT)14, TIR transposon DNA; MITE/DTA ’
(GGATT)s, (C)2r (2); hAT TIR transposon;

DNA/DTA (1), DNA/DTT
(1);Helitron (2)

CACTA TIR transposon
DNA/DTC (2), 23,9%
Mutator TIR transposon (1);

HEHM3BECTHO (4); HEeU3BeCTHO (2)

IV | (C)2s

HpI/IMe‘laHI/Ie — YUCJI0 MOOMIIBHBIX DJIEMEHTOB YKa3aHO B CKOOKax 1mocie KaXXJ10r0 HAaMMCHOBAHUWA

3.5 OyHKIMOHAJbHAS XaPAKTEPUCTUKA I'€HOB C MCI0JIb30BAHUEM I'eHHOI

OHTOJIOI'HH

[Tockonbky CB2 u Cb5-Cb6 n3MeHun cBOE MOJIOKEHUE U OPUEHTALIUIO MEXKITY
X-xpomocomamu An. atroparvus u An. messeae ObUIO MPOAHATU3UPOBAHO CYMMapHOE
oboramenue reHoB TepmuHamu reHHOW oHTOJoruu (GO) B Chb2 u CB5-Cbh6, uto0mn
MOHSATH BO3MOXKHYIO  (DYHKIIMOHAIBHYIO 3HAYMMOCTh TMEPECTpPOeK. PesynbTaTsl
BBISIBIIEHHBIX TEPMUHOB OMOJIOTMYECKOrO Mpolecca U UX KOAIPGUIHMEHT oOOoranieHus

(Fold Enrichment, FE) noka3ans! Ha pucyHke 21 u B npunoxxennn [1. 3Haunmoe p-value



92
no TouHomy kpurepuro Gumepa (p <0,05) Obuto 06Hapyx)eHo anst 58 u3 345 TepMHUHOB.
3HaunMoe ckoppektupoBanHoe p-value (Benjamini—-Hochberg FDR <0,05) 0buio
oOHapyxkeHo nnsi 13 u3 stux 58 GO-TepMHUHOB, BKIIOYas «aHTHUOAKTEPHAIbHBIN
TYMOPaJbHBIA OTBET», «IPOTHUBOMUKPOOHBIM T'yMOpadbHBIM OTBET», «TYMOpPAIbHBIN
UMMYHHBIA OTBET», KAMMYHHBII OTBET», IPOLECC UMMYHHON CHCTEMBID», «3alllUTHAs
peaKuus Ha APYrod OpraHu3M», «OTBET Ha JIPYrOMl OPraHu3M», «OTBET HAa BHEIIHUU
OMOTUYECKHI  pa3apakUTeNb», «OHOJOTWYECKUA MpoLecC, Y4YacTBYIOIIMH B
MEXBHUIOBOM B3aUMOJECUCTBUM MEXAY OpraHU3MaMu», «OTBET Ha OHOTHYECKHI
CTUMYJI», 3alllUTHAs PEaKUUs», «3alIUTHAs peakiusi Ha OaKTEepUIO», U «peakluus Ha

OaKTepHIOY.

GO: Biological process

humoral immune response (GO:0006959) -
antimicrobial humoral response (G0:0019730) -
antibacterial humoral response (G0:0019731) -

melanin metabolic process (G0O:0006582) -

mating (G0:0007618) -

regulation of neurotransmitter secretion (G0:0046928) -
reproductive behavior (G0:0019098) -

behavior (GO:0007610) -

long-term synaptic potentiation (G0:0060291) -

U6 snRNA 3'-end processing (GO:0034477) -

melanin biosynthetic process (G0:0042438) -

positive regulation of synaptic transmission (G0:0050806) -
mating behavior (GO:0007617) -

male mating behavior (G0:0060179) -

regulation of synaptic plasticity (GO:0048167) -
regulation of neurotransmitter transport (GO:0051588) -

0 10 20 30 40 50 60 70 80 90 100
Fold Enrichment

Pucynok 21 — O6oramenne GO-TepMUHAMH, aCCOIUUPOBAHHBIMU C OMOJIOTHYECKUMHU MTPOLIECCAMU
Juis TeHoB, pacnionoxkeHHbIX B Cb2 u Cb5-Cbh6 X-xpomocomsr An. atroparvus. Ha pucynke
IIpeICTaBIeHbl TOJIbKO TepMUHBI ¢ FE >50

OnnHako ckoppeKkTrupoBaHHOE 3HaueHue P-value mo boudepponn mis Becex 58 GO-
TEpMUHOB ObUTO He3HaumMbiM  (p.adj> 0,05). IlosToMy cieayeT MpOSBIATH
OCTOPO’XKHOCTh TIPH HMHTEPIPETAIMU STHX PE3YJIbTaTOB, XOTS OHH BCE KE MOTYT
HpeArnoiaratb OUOJIOTUYECKYI) 3HAYUMOCTh, YYHUTBIBAs, 4TO OOOTAIICHUE SBISCTCS

CHUJIbHBIM M OMOJIOTHYECKH TTpaB1ono00HbIM. Koad puimeHnt oboraiieHus: 1 OTHOIICHHE
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IIaHCOB KOJIMYECTBEHHO ONPENEISAIOT, HACKOJIbKO Oo0Jiee BEpPOSTHO IMOSBICHUE
onpeneneHHoro GO-TepMuHa B CIUCKE T€HOB 110 CPABHEHUIO C TEM, YTO MOXKHO ObLIO ObI
oxkunath ciaydaitHo. s GO-TepMUHOB «aHTUOAKTEpUATILHBIN T'YMOPaIbHBIA OTBET» U
«TYyMOpAJIbHBIII MUMMYHHBIA OTBET» OBLUIO TOKa3aHO OOJIbIIOE KpaTHOE O0OorameHue
(FE >50) u otHomenue mancoB (>151), 4To yKa3pIlBaeT Ha CHJIBHYIO CBSI3b MEXKIY
cnuckoM TeHoB U (GO-TepMuHOM. AHAJOTHYHBIM 00pa3oM, OOJBIIOE KpaTHOE
oboramenue (FE >75) u oTHomeHue maHcoB («OECKOHEYHOCThY») OBLJIO TTOKa3aHO IS
GO-TepMHHOB ~ «pETyJISAIMs  TPAHCIOPTa  HEUPOTPAHCMUTTEPOBY»,  «PETYJIALIMS
CHUHAINTUYECKON IUJJACTUYHOCTH», «MYXKCKOe€ OpayHoe TOBeIeHHEe» U «OpadyHoe
NOBEACHUE, UTO YKA3bIBAECT HA CUIIBHYIO CBSI3b MEX Y 3TUMHU reHaMHd 1 GO-TepMUHaMHU.
Taxk ke ObIO OTMEYEeHO, 4TO T'eHbl B 00oux Cb Oplm oOoramensl naeHTHIHEIME GO-
TEpPMUHAMHU, 4YTO e€ml€ pa3 YyKa3blBaeT Ha OHOJIOTMYECKYI) 3HAYMMOCTh TI'€HOB,
pacnosnoxxeHHbIX B nHBepcusix. Hampumep, reast AATE021908 (CB2) u AATE021906
(CB5) Obum cBsi3anbl ¢ GO-TepMUHAMU «aHTUOAKTEPUATIBHBIM T'YMOPAJIbHBIA OTBETY,
«IPOTUBOMUKPOOHBIN TYMOPAIBHBIN OTBET» U «TYMOPAJIBbHBIN UMMYHHBIA OTBETY.

Pesynbratel anammza GO-TepMUHOB B CIIOBape «MOJEKYJISPHBIX (QYHKIMID)
nokasansl B npusnioxkennu [.2. 3 189 uaentupuuupoanubsix GO-TepMuHOB 29 U3 HUX
uMenu 3HauuMble P-value mo TtoyHomy kpurteputo Dumepa (p <0,05). Omnako
CKOPPEKTUPOBAHHBIE 3HAUEHUS HE ObUIM 3HAYMMBIMU. TeM He MeHee, 3TOT aHaIu3
MPEAOCTaBUII MH(POPMALIMIO O BO3MOKHBIX MOJIEKYJISIPHBIX (DYHKIMSX T'€HOB, KOTOPbHIE
Mbl OOHApPYXKWJIM CpEAM TeX, KOTOpble CBSI3aHbl C OOOTaIEHHBIMU YCIOBUSIMHU
ouosiormyeckoro mporecca. Hampumep, AATE019391 (CB6), yuacTByromuii B
«MMMYHHOM OTBETE€» U «3alIUTHOM OTBETE», MMEET MOJICKYSIPHYIO (YHKIHIO
«cBsi3bIBaHME mentuaoriukaHa». Kpome Toro, rensl AATEO017047 (CB2) wu
AATEO021788 (CB2), yuacTBytol1e B «CUTHATLHOM ITyTH HOHOTPOITHOTO TJIyTaMaTHOTO
pelenTopa», HMEIT MOJEKYJIApHYI0 (YHKLIHIO «AaKTUBHOCTh HOHOTPOITHOTO
[IIyTaMaTHOTO PELETITOPay.

N3 73 wunentudunupoBanHbix GO-TEPMHHOB, CBA3aHHBIX CO CJIOBApEM
«KJIETOUYHBIX KOMIIOHEHTOBY», 19 GO-TepMHHOB UMenu 3HaYuMbIe P-value Mo TOYHOMY

kputepuro Oumepa (p <0,05) (mpunoxenue [1.3). Kak u oxunanocs, reH AATE011784
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(CB2), yuactByromuii B mnepenade curHaioB TOR, uMen KiaeTOYHbIE KOMIIOHEHTHI
«xomiuiekc TORC1» u «xommiekec TORC2». I'en AATE005672 (CB2), yuacTByromuii B
«MO3UTHUBHOM PETYISIIUN MPOLECCA KIETOYHOTO LUKy, UMEN KIETOUHbIE KOMIIOHEHTBI
«CYyHpPaMOJIEKYJISIPHBIN TOJIMMEP/BOJIOKHO» U «CYIPAMOICKYISPHBIA KOMILIEKC).

B cootBetrcTBUU ¢ pucyHkoMm 15 BuaHO, uro Cb2 npuHMMaeT ydyactue B KaxKI0u
n3 nonuMopdHoi uHBepcuii, a CBS5 Bo3BpaillaeTcsi B M3HAYAIBHOE IOJOXKEHUE MPU
unBepcuu X2, Ho He X0. bputo BaxkHO O1leHUTH Takxke oboramenue GO-TepmMuHaMu B
K&KJIOM M3 ITHUX YYaCTKOB I'€HOMA M IIOHATh, KaKyl0 POJIb OHU MOTJM ChIrpaTh B
ABOJIFOLIMM KOMapoB.

AHanu3 oboramienust TepmuHaMu ononorunyeckux ¢pynkuui GO aia Ch2 nokaszan
oborarenue ais 75 tepMuHoB (nmpuioxkenue J1.1), 18 U3 KOTOpeIX UMEIOT HAauOOJIbIIICE
3HaueHue (>140) u noaep KKy Mo CKOPpPEKTUPOBAHHOMY 3HaueHHIO Benjamini, HO He
Bonferroni. bonbmas yacte GO-TepMHHOB CBsi3aHa C peryJisiuell HeWpoMeaIuaTopoB U
CHUHANTUYECKON MIacTUYHOCThIO. Takxke Obutn BcTpeueHbl GO-TepMHHBI, CBA3aHHBIE C
nepepadoTKoil (crmaceHrueM) MYyPUHOBBIX M MUPUMHUAMHOBBIX OCHOBaHWM. AHamH3
ouonornueckux Qyukmuit B CbS (mpunoxenue /[I.1), KOTopwlii TmonBepraercs
IIEpECTaHOBKE MPY MHBEPCUM X2 BBISBWII JIBE Ipynibl, BKIovaromme 18 GO-TepMHUHOB:
ouocuntes UDP-N-anernnrimoko3amuHa (a30Tcoaep Kaiiiii caxap), ¥ HWMMYHHBIE
MPOLIECCHI, BKIIIOYAIOIINE KaK aHTUMHUKPOOHBIM OTBET, Tak U 00pabOTKy N-TJIMKaHOB
(MMMyHHTET-CBsI3aHHBIC yriieBonbl). HecmoTpss Ha 3Hauenme p-value <0,05 y atmx

TCPMHUHOB, NOAACPKKHU CO CTOPOHBI KOPPCKTHUPYIOIMIUX 3HAUCHUHN OHU HE IMOJIYIUJIN.
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4 OBCYKJAEHHUE

WMuBepcHOHHBIN MOMUMOP(U3M y MalIpUIHBIX KOMApOB MPEACTABISAET COOOM
3HaYUMOE, HO HEIOCTATOYHO N3YUYeHHOE siBlieHue. Ha ceronHamHuii 1eHb He CyIIeCTBYET
SCHOTO TIOHMMaHHSI O TOM, KaK MMEHHO WHBEPCHUOHHBIM MOIMMOPGU3M BIUSET Ha
($u3MONIOTUYECKNE U TEHETUYECKHE XapaKTePUCTUKH STUX HaceKoMbiX. CyliecTByer
IPEINOI0KEHNE, YTO OH MOXKET UTPaTh KIIOYEBYIO POJIb B afjaNTAlluU K U3MEHSIOIINUMCS
YCIIOBHUSIM OKPYXAlOUIe Cpe/ipl, BIIUsAA Ha TAKUE aCHEKThl, KAK UMMYHUTET WU IpyTrue
¢uznonornyeckne QPyHKIUU, OAHAKO ITU CBSI3U OCTAIOTCS TUIOXO MCCIIECOBAHHBIMU U
HEOJHO3HAUHbIMU. V3yueHne HHBEPCUOHHOTO MOIUMOP(PU3MA Y MAIAPUHHBIX KOMapOB
MpEACTABISIET OCOOYH HHINY JUJIs JajdpHEeMmmMX wuccienoBanuil. HeoOxonumo
yriIyOn€HHO H3y4aTh BIUSHUE WHBEPCHIl Ha aJlaliTUBHbIE MEXAaHU3Mbl KOMApoOB, B
YaCTHOCTH, B KOHTEKCTE M3MEHSIOLIMXCSA KIMMAaTUYECKUX YCIOBUHA U YCTOWYMBOCTU K
MaTOreHaM.

PacTymiee KOJIMYECTBO HUCCIEIOBAaHMM  IOKa3bIBa€T, UYTO XPOMOCOMHBIE
MEPECTPOUKH SABJISIOTCS BAXKHBIMU (paKTOpaMH SBOJTIOIMH U afanTanuy BuaoB [216, 217,
218]. JlaHHbIe, MOJyYeHHBIE HA PA3IMYHBIX BUAAX, MO3BOJSIFOT MPEINOI0XKHTh, YTO
XPOMOCOMHBIN MOTUMOP(PU3M SBIISIETCS MEXaHU3MOM, KOTOPBIA BUABI UCIIOJIB3YIOT IS
OBICTpOH amanTaiud K W3MeHeHHsM kinumara [219, 220]. lluroreHernueckue
UCCJIEIOBaHMS MAJISIPUMHBIX KOMAapOB TaK K€ MOKa3aJIl HEPaBHOMEPHOE pacIipeieieHue
WHBEPCUH cpelr BUIOB M XPOMOCOMHBIX mmieu [4, 221, 175, 8]. B cBow ouepean
ABOJIIOLMOHHBIA T€HOMHBIN aHanu3 BUAOB Anopheles mokazan, 4To (UKCHPOBAaHHBIE
MHBEPCUM HAKaILJIMBAIOTCS MPUMEPHO B TPHU pa3a ObIcTpee Ha X-XpOMOCOME, YeM Ha
ayrocomax [222, 223, 14]. Iloka3aHo, 4TO CKOPOCTh (PHKCAIlMM HE JTOMHHAHTHBIX H
BBITO/THBIX YACTUYHO WJIU TMOJTHOCTHIO PEIIECCUBHBIX MEPECTPOEK JOIKHA OBITH BBIIIE IJIs

X-XpOMOCOMBI (HM3-3a TEMU3UTOTHOCTH CAMIIOB), YeM JIJIst ayTocoM [224].
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4.1 AKTyaamu3anus XpoOMOCOMHOM KAPThl HA OCHOBE HOBBIX JJAHHBIX

KAPTHUPOBAHMS

B ¢ynnamentansHoit HayuHo# padote 1991 roma, aBTOPCTBOM KOTOPOH SIBIIsIETCA
npodeccop B. H. Crernuii, Obu1 ipoBeIEH MOAPOOHBIN aHATH3 XPOMOCOMHBIX HHBEPCHH,
HaOmogaeMbIx Yy mpenactaButenerr moarpymmsl - Maculipennis [9]. B amanmse
X-XpoMocoMBbI TIpodeccop OpHeHTHpyeTcs: Ha peruoH 2b-3b An. atroparvus, KoTopsiid
OBLI MPUHSAT 3a cTaHnapT (pucyHok 9). HecMoTpsi Ha BHICOKYIO TOYHOCTh METO/I0JIOTUHU
TOr0 BPEMEHH B IIpeieiax JOCTYIHBIX TEXHOJIOT Ui, HCClIe0BaHNE ObLIIO COCPETOTOUEHO
B OCHOBHOM Ha KPYITHBIX MapKepax, YTO OTPaHHYHMBAJIO Pa3pEUIAlONIyI0 CIIOCOOHOCTH
paboThI M OCTABIISIJIO BHE BHUMAHUSA DSl MEJIKUX CTPYKTYPHBIX 31emMeHToB. O/HaKO, B
KOHTEKCTE COBPEMEHHBIX WCCIICIOBAaHUA, MOXXHO BBIICTUTh HECKOJIBKO BaKHBIX
po0eIioB B ero padote. B 4acTHOCTH, YyIYIIIEHHOE KITI0UEBOE COOBITUE, TPOU3OIIECAIICE
B BeTBH AN. atroparvus — An. messeae, KOTopoe OKa3ajlo 3HAYUTEIbHOE BIUSHUE Ha
dopmupoBanue wmomoaoi BeTBU (pucyHok 22). Permon 2b-3b nmemoncTpupyeT
CKJIOHHOCTb K NIEPEMELICHUIO U U3MEHEHUIO OPUEHTAIMH B TOJTUMOP(HBIX BapHAHTAX Y
An. messeae, mpu TOM OCTaBasCh HEU3MEHHBIM BHYTPU (PUKCUPOBAHHON UHBEPCHUH, YTO
MOATBEPKIAIOT PEe3ybTaThl KapTHUpoBaHUs (pucyHOK 12). CTOMT OTMETUTh, 4TO
npodeccop Crernuit Takxke He OTpa3Wil iepeMenieHust HeOonbimux pparMeHToB la-1b u
3¢ B JaHHOW JIMHUM, YTO YKa3bIBaJI0O Ha CYIIECTBOBAHUE JBYX BIIOKCHHBIX WHBEPCHUI
MEXIy BHUIAMHU. YUUTHIBasi OTHOCHUTEIHFHO HEOONBIINE pa3Mepbl MHBEPTHPOBAHHBIX
y4acTKOB X-XpoMocombl (0kosio 0,5 M6 u 2 MO), nanasie CTeraust 0 MOJIUMOPQPHBIX
MHBEPCUSIX MOXXHO CUMTATh BEPHBIMH, 32 MCKIIOUCHHEM HEKOTOPBHIX HE3HAUMTEIHHBIX
OTKJIOHCHUH, YTO TIOATBEPXKIACTCS pe3yJbTaTaMU KapTUPOBAHUS B HACTOSIIEM
MCCIICJIOBaHUU.

Kpome toro, Crernuii oTrMeuaer B cBoel paboTe, uro X-XpomMocoma Yy
An. maculipennis u An. subalpinus (coBpemMeHnHO u3BecTHBIH Kak An. melanoon)
UACHTHYHAa XpoMocome An. atroparvus. OTo yTBepXkAEHHE, B HEKOTOPOW CTEIEHH,
HAXOIUT MOATBEPKICHUE B HACTOSIIIEM HCCIIEIOBAaHUH, T7Ie KapTHPOBaHUE (PIIaHKEPHBIX
TE€HOB TOYEK pa3pblBOB (DUKCHPOBAHHBIX HWHBEPCHI HE BBISBHIO CYIIECTBEHHBIX

nepectpoek B 3 u3 4 Toukax y An. maculipennis.
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An. atroparvus

An. messeae X11

An. messeae X00 ‘ﬂﬁn' Wi ‘ ,‘n

(An. daciae)

2b-3b

An. messeae X11 ﬂ“‘!"'("" R

An. messeae X22 WM\ t.f );' Pl TR T g

Pucynok 22 — Axtyanuzanus pa3Iiauii HHBEPCHOHHBIX TIEPECTPOCK B X-XPOMOCOME MEXTY
An. atroparvus u An. messeae. Ha ocnoBe ganubix 1991 roga ¢ MogudukanusiMu U HOBBIMHU JTAHHBIMU
2024 roga. KpacHpIMM TUHUSIMH OTMEYEHbI (PUKCUPOBAHHbBIE NHBEPCUH; CHHUM — IOJIUMOpP(HBIE
(Crernutit, 1991), 3enéHbIM — 110 TIPEICTABIICHHBIM JaHHBIM KapTHpoBaHus. CKOOKOM CBEPXY OTMEUCH
peruoH 2b-3b, Ha koTOpBII onupaeTrcs CTerHuii B cBoeit padorte

4.2 HajizeHHble paHee TPAHCIIO3UIUM MOATBEPANIN THIIOTE3Y O CyHIeCTBOBAHMU

KPYIHBIX IIepeCTPoeK

B XoJe HACTOAIIEr0 HCCIICAOBAaHHUS B X-XPOMOCOME OBUIM BBISIBIICHBI JIBC
BJIOXKCHHBIC MHBEPCUH, 3apUKCHpOBaHHBIC B reHOMe AN. messeae u An. daciae mocie ux
OTIENeHHs OT IPYTrux BUIOB moarpynmsl Maculipennis mpumepHo 7,9 MiH. JeT Hazaf
[22]. DT nBe MHBepcuM SBISIOTCS XapaKTEPHBIMH TOJBKO sl JTUHHM AN. messeae-
An. daciae, TOCKOJIBKY OHHM He OBLIM OOHapyXeHbI Yy POJICTBEHHOTO BHJA

An. maculipennis. B panee wuccienoBaHHBIX ayTocomMax y An. messeae, mocjie ero
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ornenenust ot An. maculipennis u An. melanoon, wHBepcuii He OBLIO BBISBICHO.
EnuncTBeHHas ayTocoMHas MHBEpCHs ObL1a 0OHApYyKeHa MOCJe PacKoJia eBpONecKoi u
CeBepOEBpa3UiCcKO Kiapl 0kojio 10,5 mMiH sieT Hazax [22]. CortacHo peKOHCTPYKIIUH,
MPEACTABICHHOW B JTOoW padore, X-xpomocoma An.Messeae mpereprena aBa
UHBEPCUOHHBIX COOBITHSI, KOTOPbIE MOIJIA TMPOU30HTH JHUOO OJHOBPEMEHHO, MO0
MOCIIEOBATEIBHO, OJHAKO MOPSAJOK ITUX COOBITHH HE MOXET OBbITh ompeneiéH 0e3
netanbHoro ananusza BRs B cexBeHupoBanHoM reHome An. messeae. [lopsimiok reHos
Bapuanta X1 YCIOBHO 3aKpeIJieHO Kak «CTaHAapTHOe» Yy ANn.messeae, u ero
cectpuHckoro Buaa An. daciae [195, 210]. Panee onyOnukoBaHHasI [IUTOTCHETHYECKAS
kapTa romo3urot 1o uaBepcusM X0 u X1 y An. daciae nmokasana, uto BR noaumopdHoit
nHBepcun X0 Bu3yanbHO He coBnagaroT ¢ BRs ¢uKcHpoBaHHBIX WM MOJUMOPQPHBIX
uHBepcuit y An. messeae [16]. CirenoBarenbHo, MOPsIOK reHoB B X0 BO3HHK HE3aBHCHMO
B An. daciae Ha ocHoBe nopsiaka X1, obmero st 060ux Bu0B. OJJHAKO B paMKaxX 3TOTO
UCCIEI0BaHUM ObUIO MOKAa3aHO, YTO CTaHAApTHbIA BapuaHT X1 u nmomumopdubid X2
UMEIOT OJMH OOLIMI pPEeruoH pa3pbhlBOB. JITO MOXKET KOCBEHHO yKa3bIBaTh JMOO Ha
HOBBIIEHHBI YPOBEHb PEKOMOMHALMM B JAHHOM YYacTKE T€HOMa Cpedu JpYyrux
Anopheles (uto B 1enom, coriacyercs ¢ pucyHkoM 17), nu0Oo Ha OOIIMH MCTOYHHK
MyTallMd, KOTOPbIM MNpUBEN K OOpa30oBaHMIO M 3aKPEIJICHUIO HMHBEPCUU (UTO
COOTBETCTBYET TMIIOTE3€¢ MYTAIlUU TOUKH Pa3pbiBOB [225]. Tem He MeHee, JOCTOBEPHOES
YTBEPXKJICHHE O MNpUYrMHE (HOPMHUPOBAHMS HHBEPCHUM MOXHO CHENaTh JIMIIb IOCIHE
MOJIyYeHUs] TOJIHOrO reHoma ANn. MesSseae W MpOBEACHMS JACTAIU3UPOBAHHOIO
OMOMH(POPMATUYECKOTO aHATIN3a OKPECTHOCTEHN TOUEK Pa3pbIBOB MHBEPCHIA.

AHaIN3 MOPENNIOKEHHONM CXEMbl MUTPAIMOHHBIX NYTE BHAOB MOATPYIIILI
Maculipennis, npemnoxxeHHo B crathe MHOpueHko ¢ coaBropamu [22], mo3Bosser
paccyxnath 00 y3KOW CIlelMaau3alid WHBEpCUOHHOTO BapuaHTa X2. Ilpu moBopoTe
WHBEPCHUS U3MEHSET MOJIOKEHUE O0bINei yacTu xpoMocombl 1 Bo3Bpamaetr Ch2 u Cb6
B aHlecTpaibHOe nosnoxkeHue. CoriacHo pe3ysbTaraMm HcciieqoBaHus, An. messeae u
An. daciae okoHUATENTFHO TUBEPTUPOBAIN U PACHIMPIIIN CBOW apea OKOJIO 3 MIIH. JIET
Ha3ax [22]. UsBectHO, uTo B IlnelicTonene 3a nmocieanue 1,8 MITH. €T Ha TEPPUTOPUH

coBpeMeHHOI Poccuu ObLIO MO MeHbIIEH Mepe 1IeCTh KPYIMHBIX OJICACHEHUH, Je/IsIHbIC
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IIUTHI KOTOPBIX MOTJIM HOKPBIBATh CpeIHUE MUPOThl Poccuu, a 30Ha BEYHOM MEp3JIOTHI
pacTsAruBaIach J0 I0KHbBIX rpaHull. [lo-BuarMomMy, ojieJIeHEHUsI OKa3bIBAJIU II100ATBHOE
BIUSIHUE Ha KiuMar EBpa3uM CBOMMM LMKJIAMH JIETHUKOBbS-MEXKICTHUKOBBS. K
COKAJIEHUIO, JOCTOBEPHO HEJB3sl CKa3aTh B KaKOM MOMEHT MPOUCXOJWIA MHTPALUs
auaMK An. messeae u An. daciae, a rmaBHOE 10 Kakoi TpaeKTopuu. JIeTHUKOBBIC IIUTHI
MOTJIM CABUTATh KIMMATUYECKUE 30HbI JAJIEKO Ha 0T, 3aCTaBJIsIs KOMApOB MUTPUPOBATH
no 1oxHoi yactu Poccun u CeBepHomy Kazaxcrtany, win Ha00OpOT MHUTpaIysl MOTJia
MPOUCXOJIUTh B OJIUH W3 MEPUOJOB MEXKIJICTHUKOBBS, KOTJA PABHUHBI ObUIA TOKPBITHI
3aJIMBHBIMU JIyraMu, 00JIOTaMH, a B CEBEPHBIX IIMPOTaX IMpoIBeTana apeBecHas ¢iopa
[226]. CoBpeMeHHBIH KapUOTUIIMUSCKUIN aHATM3 MAJISPUHHBIX KOMApOB B MOMYJISIIHIX
BepxHero IIpuoObsi MoOKa3bIBaeT, YTO €CTh CTATUCTUYECKH 3HAYMMas 3aBUCUMOCTD
pacupocTpaHEHUs] KapUOTUIIOB X-XPOMOCOMBI (@ TaKXe€ ayTOCOM) B 3aBUCHUMOCTH OT
AKOJIOTUYECKOM 30HbI. Tak, HapUMeEp, YacToTa OOIIMX KapuOTHMOB st AN. messeae u
An. daciae (kapuotun X11) ymeHsIanace ¢ ceBepa Ha or — ot ¢. bonbmas CapoBka
(58° C.II.) x c. KomapoBo (56° C.II1.). Ocobu ¢ TOMO3UTOTHBIM KapHOTHUIIOM X22
pacrpoCTpaHEHbl B Y3KOW, OTPaHUYEHHOW TEPPUTOPUM CpPEOHEW TaWrum 3amaaHou
Cubupu, a npu JBIKEHUU Ha IOT 4acTOTa ATOr0 BapuUaHTa 3HAYUTEJbHO CHIKAETCH,

BBITECHSISICH IpyruM nojuMopdubiM kapuotunom — X00 (M.K. Xaiinapa, Heomy0.1.)

4.3 Posib MOOMJIBHBIX T€HETHYECKHUX 3JIEMEHTOB B GopMuUpPOBaHUU

(puxcupoBaHHbIX HHBepcul y An. messeae

B HacTosmuii MOMEHT MPUHSTO CUUTATh, YTO WHBEPCHUH TCHEPUPYIOTCS ABYMS
pacpoCTpaHEHHBIMH ~ MEXaHW3MaMH: IMYTEM OKTOMUYECKOW pPEKOMOMHAIINHM |
CTymeHYaTbiMu paspbiBamu [198, 227, 225]. O6a MexaHu3Ma MOT'YT BBI3BIBATh Ba)KHBIC
(EeHOTUNMMYECKNE W3MEHEHHMsI, BJIMSISL Ha YPOBEHb OKCIPECCHU TE€HOB, OJHAKO
HauOoJbITyI0 poib MI'D UrparoT BO BpeMs AKTOMUYECKON pekoMOuHanuu. Hammunun
IBYX OJMHAKOBBIX IMOCIENOBATENbHOCTEW BHYTpU MI'D M MX OpUEHTAalMM «roJ0Ba—K
rOJIOBE», MOXKET SIBJISITbCSI CBOETO POJia «  MNPUTJTAICHUEMY I PEKOMOUHAIIMOHHBIX
MEXaHHM3MOB, OJJHAKO TPUITEPHI sl IEPECTPOCK OCTAIOTCS BCE €IIE€ MaTOU3yYCHHBIMU

[228]. O6umue MI'D B OKpECTHOCTSAX TOYCK Pa3pbIBOB THUITMYHO JJIsl BUIOB KOMILJICKCA
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An. gambiae u An. stephensi [199, 229]. B nanHoii pabore OBUIO OOHAPYX)EHO

oboramenue JIHK-tpancnozonamu y An. atroparvus B Tpex M3 YETBIPEX TOUYKAX
Pa3pbIBOB, OJHAKO COJAEPKAHUE PETPOTPAHCIIO30HOB HE OBLIO BBISBICHO BOBCE, UTO
pPE3KO KOHTPACTHPYET C JINTEpaTypHBIMH JaHHBIMH, Hampumep mo An. gambiae, y
koToporo perpodnemMeHTl LTR-Gypsy Obui uaeHTUGUUIMPOBaHBI BOJM3U TOYEK
pa3peiBoB mHBepcun 2La [230]. [Ipu aHammse Bcel JUIMHBI JOCTYITHOW COOpKH X-
xpoMocomMbl AN, atroparvus Obi1a 3aMeTHa pa3Hula Mexay cojiep:kanuem MID | u 1l
kinacca (pucyHok 23). Ha rpaduke BHIHO, YTO COJEp)KaHHE PETPOTPAHCIIO30HOB
yBenuuuBaeTcss Ommxe Kk paiony III'X, yTo B 1enaoMm, COOTHOCHTCS C UX Haubosee
NPEINOYTUTEIPHBIM HAXOXKJICHHEM B HEKOAMPYIOHIMX ydacTkax reHoma [205, 206].
[IpumeuatenbHo, yTO TOUKa paspbiBa BRI y An. atroparvus ue cogepxxut MI'D, HO npu
TOM XapaKTePU3YeTCs BBICOKUM COJIEPKaHHEM MPOCTBIX TOBTOPOB. DTO MOXKET
KOCBEHHO YKa3bIBaTh Ha aJIbTEPHATUBHBICE MEXAaHWU3MbI (POPMUPOBAHUS WHBEPCUU, HE
CBSI3aHHBIE C TPAHCIIO30HAMH, TaKHE KaK HeallJleIbHAs TOMOJIOTUYHAs pEeKOMOMHAIINSA 32
CUYET HU3KOKOMUUHBIX MPOCTHIX MOBTOPOB, KaK OBLJIO MPEMJIOKEHO paHee s APYTHX

Bu108B [202].

MokpsiTHe X-xpomocomsl MI'3 | u MI'3 Il rpynnei
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FEHOMHQA NO3MLMA, M.H.
Pucynok 23 — Pacnpenenenne MI'D | u |l knacca mo Beeit qymnae X-XpoMOCOMBI HA OCHOBaHHH
coopku AatrE3 An. atroparvus. OpanxeBslii rpaduk otoopaxkaer MI'D | kinacca (peTpoTpaHCIO30HbI),
a cunuit MI'D Il knacca (JJHK-Tpancno3onst). BepTukanbHbIMU TYHKTHPHBIMU JIMHUSIMH OTMEUYEHBI
JIOKAJTU3AIMK KaXI0T0 U3 PETHOHOB pa3phIiBOB (PMKCHpOBaHHBIX MHBepcuid. Pasmep Ouna pasen 12 Ko6.
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Jlnst pernonos pa3peiBoB BRIl u BRI, oTHOCsAIMXCSl K BHYTpEHHEN HHBEPCHH, B
JaHHOM paboTe OBLIO BBIABICHO CXOJCTBO 1Mo Hanuuuio MI'D. O6a pernona pa3pbiBOB
cogepkat takue Tumbl noBTopoB kak: MITE, CACTA wu Helitron, nocnennuii us3
KOTOPBIX XapaKTEePHU3yeTCs YHUKAIbHBIM MEXaHW3MOM DPEIUTUKAIIMHU, OTIIMYAIOUIUM €To
OT apyrux Tpancno3onoB [231, 232]. Hanuune mogo0HBIX JIEMEHTOB MOKET KOCBEHHO
CBUCTENBCTBOBATh B TIOJB3y OKTOMUYECKOW PpPEKOMOMHAIMM KaK MeEXaHH3Ma
BO3HUKHOBEHHUS 10 KpailHeH Mepe OJHOM W3 MHBepcui B nuHUU An. messeae. B cBoro
ouepenb, BRIV okazancs Haumenee oboraménneiM JIHK-Tpancnozonamu, HecMoTpst Ha
€ro y4JacThe He TOJbKO B (PMKCHUPOBAHHOH, HO W B momumopdHoi mHBepcuu [200].
[TonoOHast cuTyanusi MOXKET yKa3blBaTh Ha OBTOPHOE MCIIOJIb30BAHUE OJTHUX U TEX K€
TOYEK pa3pbIBOB (B aHIIOA3BIYHON JuTeparype - evolutionary breakpoint regions) B
nporiecce dBortoninu reHoMoB Anopheles [233, 234]. TToBTopHO HCITOTB3yEeMBIE Pa3phIBBI
MOTYT OTpPaXXaTh CTPYKTYPHYIO HECTAOMJIBHOCTh PETMOHOB, B KOTOPBIX OHU IMPOUCXOJIAT.
OpHako pe3ydbTaThl TEKYIIEr0 aHaimu3a HE MPEACTaBIAIOT  yOeAUTETbHBIX
JI0KA3aTeNbCTB CTPYKTypHOU HecTabumbHOCcTH permoHa BRIV. Kak mnoxkazano B
auteparype, umeHHo Hammuune JIHK-tpancmoszonoB tuma Helitron u CACTA,
pPETPOTPAHCIIO30HOB, a Takxke peruoHoB, Oorateix AT, CCG mnoBTOpamMu WU
NaJTUHAPOMHBIMH TTOCIIEIOBATEIHHOCTSIMH BOIM3U TOYEK PAa3phIBOB MOXKET YKa3bIBaTh Ha
MOBBIIICHHYI0 HECTa0WILHOCTh pernona [232]. Tem He MeHee, BHICOKOE COJEpIKaHUE
MPOCTHIX TIOBTOPOB B 3TOM 00JAacCTH, IO CPaBHEHHUIO C JAPYTUMHU TOYKAMHU Pa3phIBOB,
MOKET CO3/1aBaTh NPEMSTCTBUS JUIsl PEIUIMKAIIMOHHOTO afmapara, 4TO YBEIWYUBACT
BEPOATHOCTh OINMOOK KOMWUPOBAaHUSA M, KaK CJIEACTBHE, CO3MaéT CTPYKTYPHYIO
HECTaOMJIHHOCTb.

CrnenmyeT y4uTBIBaTh, YTO HEPENKO MPH HCIOJIB30BAHUU TEHOMHBIX COOpOK,
OCHOBaHHBIX Ha KOPOTKHX TPOYTEHHUSAX, MOXKET MPOUCXOAHUTH aAJITOPUTMUYECKOE
«CTJIAKMBAHUE» YYAaCTKOB CO CIIOKHOM CTPYKTypou. B 3TOM cilyyae BBISBIICHHBIE
MPOCTHIEC MOBTOPHI MOT'YT OBITh apTedakTamMu COOPKH, CKPBIBAIOIITUMHU MOJT cO00i Oosiee
CIIO)KHbIE T€HOMHbBIE CTPYKTYpbl. [ momydeHusi Oojiee TOYHBIX M JIOCTOBEPHBIX
pE3yNbTaTOB B JANBHEHIINX HCCIEJOBAHUAX IEIECO00Pa3HO MPUMEHSITh TEXHOJOTHUU

CCKBCHHUPOBAHUA TPCTHCTO IMOKOJCHM, MMO3BOIAIOINE OIIPCACINTD, HCﬁCTBHTGHLHO Jn
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JaHHBIE PETHOHBI COCTOAT HCKIIOYUTENIBHO W3 TMPOCTHIX MOBTOPOB HIIM €CTh Ooliee
CIIO)KHBIE CTPYKTYpBI, KOTOphIE MOTJH OBl Ha CcaMOM JieJieé CIO0COOCTBOBAThH
HectabunsHocTH JIHK.

B nwurtepaType CymecTBYIOT NpUMEpHI, MOATBEPKAAIONINE 3aKOHOMEPHOCTD
HakoruieHuss MI'D B paifoHaX TOYEK pa3phIBOB XPOMOCOMHBIX MEPECTPOSK B TEHOMAax
IBYKPBUIBIX HaceKoMbIX [235]. Tak, Hanpumep, it MassipuitHoro komapa An. stephensi
ObUTM  OOHApY)KEHbI BCTaBKH [UIMHOH B HECKOJBKO THICSY TIap OCHOBaHUM,
Hpe/CTaBICHHbIC KOPOTKUMH moBTopamu [229]. Jlins An. gambiae panee coo0ianock o
HAKOIUICHHH PETPOTPAHCIIO30HOB BOJIM3HM TOYEK pa3pbiBoB mHBepcuu 2La [199, 230].
Jlns poma Drosophila takke M3BECTHO MHOXXECTBO CIydaeB, KOTJa BO3HHKHOBCHHUE
MHBEPCHUH CBS3aHO C DKTOMUYECKOM peKOMOMHAIIMEN MEXAY pa3IuYHBIMU IMOBTOPAMHU
[236, 237, 238, 239]. B nenom, moo0HbIe HAXOIKH UCCIIC0OBATEIICH NILTIOCTPUPYIOT KakK
CTPYKTYpPHBIE TIOBTOPBI, MPOUCXOAAIINE OT JAErpaJupOBaBIIMX TPAHCIIO30HOB, MOTYT
CIIY>)KUTh «MOJICKYJISIDHBIMH IIpaMaMn», YKa3bIBAIOIMIMMH Ha TYTH (POpMHpOBaHUS
XpPOMOCOMHBIX HHBEPCHI, W TMPEACTaBISAIOT CcOOOM 3HAYMMOE 3BEHO MEXIy
MOJIEKYJISIPHOM apXUTEKTYpOU r€HOMAa U 3BOJIFOLIMEN KapUOTHIIA.

B ormuume ot An. gambiae, reHoM KOTOpPOrO XapaKTepU3yeTcs BBICOKON
KOHIICHTpAIMel peTpOTPaHCIIO30HOB B OKPECTHOCTSAX HMHBEpcui, y An. atroparvus
npeooianarot JJHK-Tpancno3onsl (K. M. Kupunenko, Heorny0u1.). ITomoOHbIe pa3inyus
MOTYT OOBSACHATBHCS OCOOEHHOCTAMM camux TpaHcno3oHoB: JJHK-Tpancno3ons! yaiie
NEePEeMEIAIOTC Ha KOPOTKME AMCTaHUUH, (OpMUpPYs JOKallbHble Kiactepsl MIO,
BOJIM3H UCXOAHOM MO3UIINH, TO €CTh JEMOHCTPHUPYSI SABICHUE JTOKATLHOTO MePEMEIIICHUSI.
[Tonobnoe pacnpenenenue co3naéT OJaronpusATHBIE YCIOBHUS JUIsl albTEPHATHUBHBIX
coobiThii Tpancnosunmu [240, 241]. Oxnako B ciydae ¢ An. atroparvus, pa3mepsl
MHBEPCUN MEXKIYy (IaHKepamMu JOCTUTAIOT 3HAYUTENIbHBIX pa3MepoB — OKoJio 13 M6 u
10,3 M0, uTo 3aTpynHSEeT OOBSICHEHNWE UX MPOUCXOKICHHS UCKITIOUNTEIBHO JIOKAIbHON
TpaHcnosuiueir. CoriacHo JWTEepaTypHBIM JaHHBIM, B (OPMHUPOBAHUU KPYITHBIX
BHYTPUXPOMOCOMHBIX 1 MEKXPOMOCOMHBIX MIEPECTPOEK, O0JIee aKTUBHYIO POJIb UTPAIOT
perporpaHcno3onsl [242, 243]. Takum 00pa3oMm, OTCYTCTBHUE PETPOTPAHCIIO30HOB B

30Hax TOYEK Pa3pbIBOB U OOJBIIME pa3Mepbl UHBepcuil y An. atroparvus He mo3BoJseT
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OOBSCHUTh WX BO3HMKHOBEHHME HCKIIOUUTEIBHO JOKaIbHOM akTuBHOCThIO JIHK-

TPAHCIIO30HOB.

4.4 CBsi3b XpOMOCOMHBIX NepecTpoek ¢ odoramenneM GO-TepmMuHaMu

HecMmoTps Ha 3HAYMTENbHBIE pa3MEPhI BIOKEHHBIX MHBEPCHI B X-XpOMOCOME,
MOPSIZIOK M OpHUEHTAlMsl TEHOB MexAy Buaamu An. atroparvus u An. messeae
X1/An.daciae X1 paznudarorcs JUIIb B TPEX HEOOJbIIUX CHHTEHHBIX Os10kax (CB2, CB5
u Cb6), kotopeiec 3aHUMAIOT 4yTh Oosiee dyeM 15%, oT oOmielt JIHMHBI X-XpPOMOCOMBI
An. atroparvus. Yka3zaHHble CHHTCHHBIC OJIOKH BKJIIOUYAIOT B ceOsl B 0OIIEH CIIONKHOCTH
181 ren, uro cocraBuser npuMmepHo 10% oT oOmiero yucia reHoB B X-XpOMOCOME.
Ananmu3 oOoramenus GO-TepMuHaAmMu, TPOBEAEHHBIA IJIs1 3TUX OJOKOB MO3BOJIMII
MPENOJIOKUTh BO3MOXHYIO (DYHKIIMOHAIBHYIO 3HAYMMOCThH JIaHHBIX XPOMOCOMHBIX
nepecTpoek Juisi OWOJIOTMH MaJSIpUMHBIX KOoMapoB. B nmaHHO# pabote pe3ynbTaThl
MOKa3ajid, YTO WHBEPTUPOBAHHBIE CUHTCHHBIC OJIOKM B OOJIBIIEH CTEMEHH COJAEpKaT
IEHbl, BOBJIEYEHHBIE B HMMYHHBIM OTBET HACEKOMBIX, CHHOINTHUYECKYIO Iepenady
CUTHAJIOB, a TaKk)kKe B OpauHoe nmoBeneHue caMiioB. [loydeHHbIe pe3yabTaThl HE HAXOST
CXOJICTBa C paboTaMu, MPOBEIEHHBIMU Ha APYTUX MOJICbHBIX 00bEKTaX.

Panee ananornuneiii ananu3 GO-TEpMUHOB, MPOBEIEHHBIA B X-XpOMOCOME Yy
An. gambiae, BBISBHJI T€HBI, BOBJICUEHHBIC B IIPOIECCHI MPEAKOMYISIIIHOHHON H30JIAIIUN
[219]. [HanHble TeHBI KOTUPYIOT OCNIKH, C MOJICKYJISIPHOW HM CHTHAJIBHOMN
TPAHCAYKIIMOHHOW  aKTHUBHOCTBIO,  SIBIIAIONIMECS  BaXXHbBIMU  KOMIIOHEHTaMH
OOOHSITEILHON CHUCTEMBI, KOTOpasi UrpacT KIIOYEBYIO POJIb B paclio3HaBaHUM OcoOei
MIPOTHUBOIIOJIOKHOTO Toda. Hampumep, reHbl OENKOB CUTHAJIBHOW TPAHCIYKITUH,
JIOKaJIU30BaHHbIE Ha X-XpOMOCOME, MPOJIEMOHCTPUPOBAIIM pa3IiMuus B ypPOBHE
HKCIIPECCHH Y JICBCTBCHHBIX CAMOK JIBYX HEJIABHO pa3JeiauBIIMXCsA BUIOB An. gambiae,
XapaKTEPU3YIOIIUXCS PA3IUYUSIMU B MMOBEIACHUM BO Bpemst poeHus [244]. TomyueHHbIe
pe3ynbTaThl YKa3bIBAIOT HA TO, YTO OBICTPOE BO3ZHUKHOBEHUE U (UKcAIMsl UHBEPCUH B
X-XpoMOcoMe MOTYT CIIOCOOCTBOBATH IpolieccaM BHA000pa30BaHHs y KOMapoB poja

Anopheles, ananorudano TOMy, Kak 3TO OBUIO paHee MPOJAESMOHCTPHUPOBAHO I POJa

Drosophila [245].
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Tak Kak B paMKax HacCTOSIIEro UCCIEI0BaHUs HE CTOsUIA 3a/laya MPOBEPUTH CBS3h
BBISIBJICHHBIX TE€HOB C Pa3IMYHBIMU KAapHOTUIIAMHU HEMOCPEJICTBEHHO Ha BHaX
An. messeae wiu An. daciae, To 3aKOHOMEPHBIM MTPOJOIKECHHEM JaHHOH PabOThl MOYKET
CTaTh TPOBEpPKA TUIIOTE3bI O (DYHKITMOHAIBHBIX PA3IMYUSIX TEHOB MEXIY M3yUECHHBIMHU
BUJIaMH B BUJIE aHaIu3a qudepeHInanibHON SKCIPECCUU T€HOB, KOTOPBIMHU 00OTaIlCHBI

BBISIBJICHHBIE MHBEpTUpOBaHHbIE Chb.
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3AK/IIOYEHUE

[To uToram MoJy4eHHBIX PE3YIBTATOB MOKHO CIENIATh CICIYIOIINE BBIBOIBI:

1. UtepaTuBHOE KapTUPOBAaHHE pAHOHOB, COACPKANIMX TOYKH Pa3phIBOB
XPOMOCOMHBIX MEPECTPOEK Ha TeHOMHOM KapTe An. atroparvus, moATBEpANUIIO HATMUUE
IBYX (PMKCHPOBAHHBIX MHBEPCH B X-xpomocoMax An. messeae u An. daciae Ha ocHOBE
paHee OOHAapY>KEHHBIX EIMHUYHBIX TPAHCHO3ULMK. YCTAHOBIEHO, YTO pPaliOHbBI
JOKaNU3allil TOYEK pPa3pblBOB (PUKCUPOBAHHBIX HMHBEPCHH HE pPa3IUYalOTCs s
An. messeae X1 u An. daciae.

2. Paiionst X XpOMOCOMBI, TOMEOJIOTHYHBIC COJEpPXAIIUM TOYKH pa3pbIBOB
¢ukcupoBaHHBIX WHBepcudd An. messeae (u An. daciae), B renome AnN. atroparvus
oboramensl JIHK-TpancmozoHamu U TeHamu, CBS3aHHBIMH C HMMYHHBIM OTBETOM,
HeWpoperynsiiueii ¥  TOJOBBIM  MOBEASHHEM, 4YTO MOTJO  CIIOCOOCTBOBATH
BO3HUKHOBCHHIO XPOMOCOMHBIX IIEPECTPOEK B TE€HOME IMPEIKOBOTO  BHJA,
PENPOAYKTUBHOM U30JSALMA U JAJTbHEUIIIEH alalTalldi MOJIOJOM BETBU BUJIOB.

3. Pexonctpykuus 3oronmuu X-xpomocoMbl An. messeae u An. daciae Ha ocHOBe
MOpsIIKA M OPUECHTAIIMM CHHTEHHBIX OJIOKOB MOKa3aJjia, YTO UCXOHBIN MOPSIOK TEHOB B
BeTBH AN. messeae u An. daciae cooTBeTCTByeT MHBEPCHOHHOMY BapuaHTy X1, KOTOPBIH,
c(OopMHpOBaH JBYMS BIOKEHHBIMH OJIHA B JIPYT'YIO MApaleHTPHUYESCKUMHU WHBEPCHUSIMH,
TOT/Ia KaK MoIuMop(dHbIe MHBEpCHOHHBIE BapuaHThl X0 1 X2 BO3HUKIM HE3aBUCHMO B

BETBSIX COOTBEeTCTBEHHO AN. daciae u An. messeae.
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CIIMCOK COKPAIIIEHUHM U YCJOBHBIX OBO3HAYEHUI

Hmepamusnoe kapmupoganue

XL/X — neBoe 1msedo mojaoBOi XpOMOCOMBI

2L— neBoe 1medo 2-0il XpOMOCOMBI

2R — npaBoe miedo 2-0if XpOMOCOMBI

3L — neBoe medo 3-ei XpOMOCOMBI

3R— npaBoe 11edo 3-ei XxpOMOCOMBI

BR — cokp. ot anrin. «breakpoint regiony, perion Touek pa3pbiBOB HHBEpCHIA (HyMepamus
B TEKCTE€ PUMCKUMHU ITUdpamMu)

dNTP — cokp. ot anrn «deoxyribose nucleoside triphosphate», nezokcunykieo3nn
Tpudocdar

FISH — cokp. ot anrn. «fluorescence in situ hybridization», ¢ayopecrientras in Situ
rUOpUAN3ALIUS

ITS2 — cokp. ot anri. «Internal transcribed spacer 2», BHyTpeHHHUI TPaHCKPUOUPYEMBbIit
cneiicep 2 pJHK

PBS — cokp. ot anri. «phosphate-buffered saline», natpuii-hocdarhsrii Oydep

SSC — cokp. ot anri. « saline-sodium citrate buffer», coneBoii pactBop xjopuaa HaATPHsI
Y IIUTpaTa HaTpus

[TAP® — cokp. oT «m1oIuMOpHU3M ITTUH PECTPUKITMOHHBIX (PPArMEHTOBY»

CB — cokp. OT «CUHTEHHBIN 0JI0K» (HyMepaius B TEKCTE apaOCKUMU 1udpamn)
buoungpopmamuueckue memoosi

AatrE3 — pedepencuas coopka reroma An. atroparvus (ocHOBHas)

AatrE4 — ynydamennslit Bapuant coopku AatrE3 (nomosnHeHHAs)

bin — yyactok (UKCHPOBAHHON JJIMHBI, HA KOTOPBIH pa3OMBacTCS XpOMOCOMaA st
YIOPOIICHUS TOJACYETa KaKUX-TM00 00BEKTOB (HalpuUMep, MOOHIIBHBIX 3JIEMEHTOB) MO
Bcel €€ qInHe

LCR — cokp. ot anri1. «low copy repeats», HU3KOKOIHITHBIE TIOBTOPHI

LTR — cokp. ot anri. «long tail repeats», nmuHHbIe KOHIIEBBIE TOBTOPBI
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TIR — cokp. ot anrn. «terminal inverted repeats», TepMuHaIbHBIC WHBEPTHPOBAHHBIC
MOBTOPBI
K6 — cokp. oT «kunobazay, papaa 1000 nap HyKJI€OTHIOB
M6 — cokp. ot «merabaza», pasaa 1 000 000 map HyKJI€OTHIOB
MI'D — cokp. OT «MOOUIIbHBIE TEHETUYECKHUE PJIEMEHTBD)
I.H. — COKp. OT «T1ap HYKJICOTHUIOB
crnieficep — OT aHrJI. «Spacer» — ydacTku Hekonupyromient [IHK, pacnionoxxennsie Mmexmay
TaH/JEMHO TOBTOPSIIOIIMMHUCS F€HAMU
A — cpenHss INIOTHOCTh MOBTOpsitomuxcs 3neMenToB JJHK

Y — IJIOTHOCTH noBTOpsitonuxcs 3snementoB JIHK B oqnom BR
IIpouue coxpawenus

FE — cokp. or amrm. «Fold Enrichmenty, kpatHOCTH oOOOTameHus (HampuMep,
KOHKPETHBIMU T'€HAMH B TCHOME)

GO — cokp. ot anri. «gene ontology», reHHast OHTOJIOTHS

NAHR- cokp. ot anri. «non-allelic homologous recombinationy, HeamnenbHas
TOMOJIOTHYHAsT PEKOMOMHAIIHSI

TOR — coxkp. ot anri. « target of rapamyciny, MuieHb 3axBaTa paraMUIIiHa

JIP — COKp. OT «ABYLIEITIOYEYHBIE Pa3PbIBHI»
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IIpuioxenue A

Hepequb MapKEPHBLIX I'€CHOB, HCITOJIB30BAHHBIX IIPH KAaPpTUPOBAaHUHU I/IHBepCI/Iﬁ

Tabnuua A.1 — Mapkepssle renbl An. atroparvus, ucroiab30BaHHbIE ISl KAPTUPOBAHUS
TOYEK pa3pbIBOB (DUKCUPOBAHHBIX MEPECTPOCK X-XpOMOCOMBI y AN. messeae

FeHOMHLIe KOOp[IHHaTLI B X o o

IMocaenoBaTeJJbHOCTD AatrE3 X: POMOCOMHBIH paHoH

Ne ID rena . -
npaiimepos (5’ - 3°)

HAYaJI0 KOHeI[ An. atroparvus An. messeae

agttcgtgactcgtcaggtg

1 | AATEODsBAs o) H 1447542 | 1,458,895(+) 1B 1B

2 | AATEO11784 [LoUltaacctegeteqi 1,463,880 | 1,465,754(+) 1B MC*
ggtacttcgagtcgttgttg

3 | AATEO16042 |Lioctcttaggticggaatg 1465925 | 1,468,608(-) 1B 4B
gggctatgttactgggtcta

4 | AATEO02683 |- icactiticgtiaagece 1474565 | 1,477,429(-) 1B 4B
cagctcgtggtagtagaaca

5 | AATE009927 |-cadgctaggegigaaaaat 1,503,333 | 1,512,052(+) 1B 4B
catactggcgtcttatgcac

6 | AATE01210p |- dldacgaactitaccgqq 1514581 | 1,519,283(-) 1B 4B
gcgeactgatgacgatga

7 | AATEO09073 |2cticgategegtecte 1,564,139 | 1,566,618(+) 1B 4B
cttcggcgacggagta

8 | AATEO013780 |Ccddiggacggagctaaatc | ooq 971 | 1 633 954(+) 1B 4B
ggatggactgtatcggctgt

9 | AATEO16081 |-lc9agtgccggtoatataag 1,978,577 | 1,981,869(+) 1B 4B
agggagttatcacatgacgg

10 | AATE020982 |9cdtagtgaagacaccete 1,983,088 | 1,985,780(+) 1B 4B
agaccttagcatatcgccag

11 | AATEO16478 |-Ccicicatcatgcggaaaaa 1,988,001 | 1,992,840(-) 1B 4B
catacgacatgctggatcg

12 | AATE02084g |-cacaagegtacgagtacat 1,999,834 | 2,001,318(+) 1B 1c
cattgctcagtaaaccggag

13 | AATEOO1684 |-2cdgtgtgaactcctaate 2,012,649 | 2,015,622(-) 1B 1c
cagaatgtcctcgatcgtct

14 | AATE002246 |-2923300daggctactacda |, e 505 | 2 041,909(-) 1B 1c
ggaaatcgtcgtagcggaaa

15 | AATEO17108 |-d3lcgtdcaggeacagicta |, 555 907 | 5 358 255(+) Te Te
tgcgtagatcgaacaagtcg

16 | AATEO008369 |-dgtttctecageecgtacte 11,111,502 | 11,114,625(+) 3B 3B
gatggtgctgcaggtggtag

17 | AATEO002004 |-2tgtectccctgatacgag 12,042,801 | 12,043,277(-) 3c 4A
taacgtggcattacccattg

18 | AATEOO5108 |-2gWtateqgieacqagic |, 469 346 | 12,075,734(+) 3C MC*
ggacggcacgatctaagagg

19 | AATEO02819 |-cgcagettaacatctegte 12,312,468 | 12,315,265(-) 3c 4A
ccattggaagccattggtag

20 | AATEO00407 |Jlcatctegeacatactgit 12,347,972 | 12,350,706(-) 3C 4A
tatcactaaggtaggcggtt

21 | AATEO02183 |-atcagegigtictegtiac 12,360,652 | 12,374,345(-) 3C 1c
cagtagcgactccttgagac

22 | AATEOO05101 |-Ctdcctagagacgateeg 12,383,120 | 12,391,835(+) 3C 1c
gctagegttcacaacatce
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23 | AATEO16801 |-cdctcagaageteqatceat |5 n04 169 | 13,097,940(+) 3C 3C
tattctgccgatccagegac

24 | AATEO09941 |-9ctgticegtgatitictac 13,261,242 | 13,265,420(+) AA 1c
cttcttcccacegttcgag

25 | AATEO16644 | Jctgticaacctgategac 13,405,667 | 13,414,963(+) AA 1c
gaagtgcttataggagtcgtg

26 | AATE003509 |-catategccgageateac 13,604,821 | 13,616,218(-) 4A 1B
ccgacttgaccgtttctatg

27 | AATE015407 |-Jtacaacctggacgigitig 14,122,043 | 14,125,830(+) AA 1B
gcattcgttgtggaagaagt

28 | AATE011319 |- Cctogigcaatggtetact 14,267,272 | 14,271,819(+) AA 1B
tttgatccatggacgacgg

29 | AATEQ04133 |-Clictateaactegactgeg 14,442,250 | 14,444,588(-) AA 1B
tacttcgggaaagagetagg

30 | AATEO04183 |-2928atacaagagtgeccg 14,480,893 | 14,510,197(+) 4A 1B
ggatgagcgagaggaaaaa

31 | AATEOO9858 [-dcaccycdeaagaaga 14,520,988 | 14,521,746(+) 4A 4B
gcacgaagctgcggaa

32 | AATEO21145 |JldadgaaccagacgettaC |, 5op 043 | 14,588,240(-) 4A 4B
aggaagtacggatagttcgg

33 | AATE007306 |-ccdldtegtigtegattagg 14,680,861 | 14,684,961(+) AA 4B
tcgttcgtgtactgctctat

34 | AATEQO5256 |Joctacatgatacagaledc | g5 31 | 14.811,135(-) AA 4B
tggtccttgcggtagtag

Tabnuua A.2 — Mapkephbie reHbl AN. atroparvus, ucrosb30BaHHbIC ISl KAPTUPOBAHUS
TOYCK Pa3pbIBOB MOJUMOPGHBIX MepecTpoek X-xpomocoMbl y An. messeae u An. daciae,
¢ ucnosib3oBanuem coopku AatrE3

FeHOMHBIe KOOpHﬂHaT])l B X M MHBIi HOH

IMocaenoBaTeJIbLHOCTD AatrE3 X: pomoco pauo

Ne ID rena .
npaiimepos (5’ - 3°) An. messeae An. mes/dac

HavyaJjao KOHeEL X7 X2/XO
JIHK-mapkeput ons An. messeae X2

1 | AATE020937 |ttctigegegaagetgac 13,164,49 | 13,186,382(+) Te 4B
gaacaggcagcacaaaccag

2 | AATEOQs475 |-Cccgtccttttictectaca 13,236,449 | 13,246,292(-) 1c 4B
ttgattttctgtegtgtocg

JIHK-mapkepwr ons An. daciae X0

3 | AATEO21012 Cl92atgggttcgactat 4,398,000 | 4,404,032(-) 2A 2A
gagtgacgctatcggaaa

4 | AATEQOp11 |Clcclcaagaactycctaac | 410651 | 4414,953(+) 2A He ynanoch
tcagttttccgttgactcg KapTUpOBaTh

5 | AATEO013223 |J20880€0a300acgada | 4 550 885 | 4,534,883(+) 2A riepemecTiIca B
ctcgeggtagagectataa 3R meuo

6 | AATEOD9672 | J3icgacatggtyctgte 4,539,552 | 4546,364(+) 2A He yranock
gtcaccttcctcgtctgt KapTUpOBaTh

7 | AATEO13154 2Cl9802aCHCQaACAGa | 4 579 ggy | 4577,721() 2A 5B
tatatggcgcaaggagtcg

8 | AATEOOOg7g |Clcdagcaacctiageady | oo 9g1 | 4586,634(+) 2A 5B
gctgcagetegtgtagaat

9 | AATEOOs100 |29attacacgtiggeatce 4,594,775 | 4596,266(+) 2A 5B
cttaatagtgccageegtt

10 | AATEO12020 |-2calictgeatctogeacag |, 60) 185 | 4,608,814(-) 2A 5B
catcacgtcggggaagtagt
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11 | AATEO11508 |-Jicgtoatgadagicaatay |, s6q 197 | 4,610,269(-) 2A 58
cgatgttgtttgcttacgtg

12 | AATEO14810 |dlicacdgaagactcacasa |, o1 ggq | 4611,910(+) 2A 5B
tcaatatcctctcgaagctga

13 | AATEO00727 |-d9agtacgictegicdg 4728774 | 4,729577(+) 2A 5B
tgcgtaCCtaCCtg acac

14 | AATEO1038g |-J2dttggctgictaagaagg |, a64 797 | 4.811,215(-) 2A 58
CtgaatagtCCCttcaCth

15 | AATEQ0337 |-2alceaccacctacqetadd | a4 501 | 478 654() 2A 58
ctagcccgatgaacgaaaag

16 | AATE020637 |-cctaagggeecagitg 4,986,904 | 4,993,021(+) 2A 5B
tCﬁaCCtgaaCthcaCC

17 | AATEO011314 |-CRCCOIacagiclgasacc | g oy) 5ag | 5.034,112(+) 2A 58
tcatttcaatcggctcatcg

18 | AATE020602 |-c8daagateaccageac | g 155 6o5 | 5130,866(+) 2A 5B
gtgcgatcgagtacttcac

19 | AATEO04697 |19ctagaactacagicaagt | 4 o757 | 17,066 579(-) 5B 2A
ccaactatcataagcgagtg

20 | AATEQ03340 | Jcgdttatctiticeigiig 17,252,047 | 17,256.383(+) 5A 2A
gtcgaagccgatgtagatta

21 | AATEO18776 |teccdiggacagaalctac |47 566 494 | 17,265,377(-) 5A HE yIaock
ccttcaccttatttcgctcg KapTHUpPOBAThH

22 | AATEO10837 |2ladagealctdaduacqay | 47 4ng 997 | 17,412,127(+) 5A NIEPEMECTHIICS B

titgcttgttcgatcttgag

3L miego
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Ipuioxenne b

KaprupoBanue piaHKepHbIX TeHOB (PMKCHPOBAHHBIX HHBEPCHH B X-XpoMocoMe y

An. daciae X1

AATE008844 (X)

Y “u
ot % "5

Q\: ) ? '#’4(!>
< ° b A
x p AATE004183
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O}
©
”
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W’y
AATE009858
AATE002183

4
LQ g
xR
>
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Q
)
2
sy

BRIII

Pucynox b.1 — FISH JIHK-tipo0, pa3zpaboTanHbIx Ha 0OCHOBE TeHOB AN. atroparvus, GbiaHKupyommx
BR (ukcrpoBaHHBIX IMEPECTPOEK HA MOJUTEHHBIX X-XxpoMmocomax An. daciae X1. KpacHbIM yka3zaHbI
JHK-nipo6s1 (TAMRA), K0TOpbIe HE U3MEHUIH CBOETO TOJI0KEHUS OTHOCUTEIILHO T'€HOB
An. atroparvus; rony6osim JIHK-ipo6s1 (TAMRA), koTOpbIe OKa3anuch 3a/1eiiCTBOBaHbI B
(MKCUPOBAHHBIX HHBEPCHSIX M COOTBETCTBYIOT TAKOBOMY IOJIOKEHHIO Y An. messeae X1
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Ipuioxenune B

I110THOCTH TeHOB M MPOCTBIX MOBTOPOB B OKPECTHOCTAX TOYEK Pa3pbIBOB y

An. atroparvus

BRI BRIl

N

I
N
Fy

v v
= 167 S 167
8 12 S 12
3 3
£ 8 £ 87
3 3
c 4_ c 4_
0 0]
1.414Mb 1.510Mb 1.947Mb 2.045Mb
genomic coordinates genomic coordinates
BRIl BR IV

24 24,
¥4 ¥4
2 16 2 16+
2 12 3 12
3 3
= SR ) L e T ] . = sit.l bl
3 3
S 4 S 44

0 01
12.299Mb 12.409Mb 14.463Mb 14.567.Mb
genomic coordinates genomic coordinates

Pucynox B.1 — ITnotHOCTE TIpOCTHIX TIOBTOPOB B BR 11 renomMHBIE OKpecTHOCTH BR pasmepom okomno
100 ThIc..H. B X-Xxpomocome An. atroparvus. CBeTio-po30Bble CTOJIOIBI TOKA3bIBAIOT MoJiokeHrne BR
BHYTPU F'€HOMHBIX KBapTajioB. KpacHble U cuHUE CTONIOIBI TOKA3bIBAIOT IUIOTHOCTH MPOCTHIX
oBTOPOB B BR ¥ reHOMHBIX OKPECTHOCTSAX COOTBETCTBEHHO. [ €HOMHBIE OKPECTHOCTH OIPEIEISIFOTCS
KaK FeHOMHbIe 007acTu pazmMepoM 50 kO, pacronokeHHbIe HEOCPEACTBEHHO BBIIIE U HIXKE KaXKI0TO
BR. A — cpeansis mIoTHOCTH MPOCTHIX TTOBTOPOB TI0 BCE XpOMOCOME ¢ pa3MepoM OWHA, paBHBIM
COOTBETCTBYIOLIEMY pazmepy BR
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BRI BRIl
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Pucynox B.2 — [TnotHocTs renoB B BR 1 renomHble okpecTHOCcTH BR pasmepom okono 100 ThIc.I.H. B
X-xpomocome An. atroparvus. CBeT0-po30BbI€ CTOJIOIBI TOKA3bIBAIOT MoJIokeHre BR BHyTpH
TeHOMHBIX OKpecTHOCTeH. KpacHbIe M CHHHE CTOJIOIBI TTOKA3bIBAIOT INIOTHOCTH TeHOB B BR 1
T€HOMHBIX OKPECTHOCTSIX COOTBETCTBEHHO. | €HOMHBIE OKPECTHOCTH OMPEEIIAIOTCS KaK TeHOMHbBIE
peruoHsl pazmepoM 50 KO, pacroIoKeHHbIE HEOCPEACTBEHHO JIEBEE U TpaBee oT Kaxkaoro BR. A —
CpeIHsisl ITIOTHOCTH TEHOB TI0 BCEH XpOMOCOME C pa3MepoM OMHA, paBHBIM COOTBETCTBYIOLIEMY
pasmepy BR



Ipunoxenue I

CpaBHenne nopsiika GpJIaHKHPYWIIMX FeHOB B TOYKAX Pa3pbIBOB HHBEPCHH y pa3HbIX npeactaButeseid Anopheles

An. coluzzii ACON2_043308 X' { ACON2_001036 ACONZ_030681

An. gambiae AGAP000472 AGAP001036 » > = AGAP001037

An. arabiensis AARA21_004779 _ AARA21 010477

An. marshali AmarGAT_010564 — AmarGA1_006217

An. moucheti AmouCVI_004666 — AmouCM1_007525

An. funestus AFUN008080 " ) ) — (IR AFUND20565

An. stephensi ASTE000288 ASTE000287 ) ) ASTE000286

An. daciae Orth. AATE008844 — e WY (A< Orth. AATE016042 — Orth. AATEO09858

An. messeae Orth. AATE008844 Orth. AATED16042 — Orth AATEO09858

An. maculipennis Orth. AATE00884 Orth. AATE011784 Orth. AATE016042 =
o

An. atroparvus AATE00884 ISR DY) — (({ AATEO16042 ©

An. sinensis LTI ASIC000287 ) 3 ASIC017101

An. albimanus AALB007700  =——  AALB007701

An. darlingi ADAC003196 — ADAC003195

Culex quinquefasciatus CQUJHB013371 e CQUJHB018456

Aedes aegypti AAEL009764 PVYLZPE T AAEL027512 ) ) 3

Pucynok I'.1 — 'eHOMHBII TMHEHHBINA TOPSIIOK OPTOJIOTOB FeHOB, (GuaHkupyromux BRI, Opronornunbie reHbl 0003HaYeHbI OIMHAKOBBIMH 1IBETAMHU.
Wnentudukaropsl reHoB cOopkam renoma Vector Base. I'enbl, pnankupyromue Touky pa3peiBoB y An. atroparvus: AATE008844 u AATE016042.
CrnomrHas yepHasi IMHUS yKa3bIBaeT Ha 6Ju30cTh Mexay reHamu (<10 KO), a myHKTHUpHas JUHMS yKa3bIBaeT Ha paccTosiHUe OoJiee 1 MUITMoHa map
ocHoBaHuil. [Tomoxxenue rena Ha rtoc nenu JJHK ykasano ctpenko, yka3pIBarollen BIpaso, a nojoxenue Ha munyc nenu JJHK ykazano ctpenkoi,
yKa3bIBarolleil BieBo. ['eHbl 6€3 Kakoi-1100 CBS3M HAXOASTCS B HEM3BECTHOM KOHTUIE BHE XPOMOCOMHOM COOpKH



A coluasi [ AcONz 03657 > > S DL R
An. gambiae | AGAP000869 ) ) S {C AGAP000870 | SG4R001070

An. arablensis [ aarazt ovzaz ) » SR Anazi ooosos. [LTEIEIDD)

An. marshali )) ........................................ AmarGA1_000047 ))._((_
An. moucheti (U Amouat 002772 — S T D= AMOUOID0T169 v  AmouCM1_006751 % > 3

An. funestus [ AFUN000249 )Y S AFUD20492  (CEEEEEEEEERRRS AFUN010419. — (@I — ({ AFUNGi0417

AR, SR Y { AsTE007128 ({  ASTE003450

- P o O AKTEDT042 — o AT — O ATEOO9010

pmosess CARRATEGORRAR I [OHAARTENOE — oo e — o, ATEOOSOTO
An. maculipennis Orth. AATE04183 Orth. AATE009858 Orth. AATE009524 Orth. AATEQ13776 Orth. AATE009010
e e VST —— AATE009858 . \{ AATE009524 AATEO13776 ) > S AATE009010

= e An. sinensis [ Asicotozss ) ) 2 Asico102s5 —— (@Y ASIC010258 ) » S ASIC010259

T— o BT s R —— [ AALB003321 ») §
—{ @ TR N — (LTI

[ G [cousssoionzs ) SEGEE T IR  couiraoriozs > SRR  couseuvisss 5> SCC cauiraonsar |
P— C sscionrsso RN wacioosozs D> CC ancioosors M aacioozszs ) SRR, ascLooz502

BREAKPOINT REGION IV

Pucynok I'.2 — 'eHOMHBIH TMHEHHBIN TOPSIOK OPTOJIOTOB reHoB, Guankupyomux BRIV. OpTtonoruunbie reHsl 0003HaY€HbI OAMHAKOBBIMU IIBETAMHU.
Nnentudukaropsl reHOB cOopkam reHoMa Vector Base. ['ensl, pnankupyromue Touky paspsiBoB y An. atroparvus: AATE004183 u AATE009858.
CrutonrHast yepHas JIMHUS yKa3bIBaeT Ha Om30cTh Mexy reHaMu (<10 KO), a myHKTHpHas TMHKS yKa3bIBaeT Ha paccTosiHue Ooee | MUIUTMOHA TTap
ocHoBanuil. [Tonoxenune rena Ha mtoc nenu JIHK ykazano cTpenkoi, yka3bsIBarolieil Blpaso, a nojoxenue Ha munyc nenu JHK ykazano crpenkoit,
yKa3bIBaroIIel BiIeBO. [ 'eHbI 6€3 Kakoi-Tn00 CBS3M HAXOASATCS B HEU3BECTHOM KOHTHTE BHE XPOMOCOMHOM COOPKH

14"



. coiz ORI — ACONGAGESH) ) v AcONz oanzy  —Acoz g

R G (( ................... e _))__))
R )) TSI (B MY (T
An. marshalli AmarGA1_000494 oo )) _)H(_
An. moucheti ((__ e R ((_
A fumesius [AruNo15522 ) SRR AFUNOOT29S  — AFUNOO22S7 AFUNGOE976
CCTEER— (O ©asremnesss — asreseeser | astenosar
- PP - cociis B o s S ORI oo
I | O AdTEccics gy OrhadTE2uess R [ ORARTERGDAG7 | —  ofeasTENGA78
An. maculipennis /AATEO16081 ) —AaTE020982 ) — CCQESETIETIN— ( (AaTeoteazs —[NEVITIIINY D — | AaTEO01684
R — O80T ) — AATEGEOARE ) — (T ¢ AkTeotar T )) —  Aareoorsss
e an sinensis EEETTITIPYY— (((asicoozoss | —{({asicoo708e | ASIC005105
An albimanus [AaiB00soss y SR  aaBoos7is  AAsoozest AALBO07791
. ——{ CoveEn  EIEETR
l Culex quinquefasciatus ((_ .................... COUJHBO05582
Aedes aegypti EEETEEYY - AAEL021230
BREAKPOINT REGIONI

Pucynok I'.3 —-['eHOMHBII1 TUHEHHBINH TOPSIOK OPTOJIOTOB reHOB, Guiankupytomux BRIL. OpTonorununsie reHsl 0003HaYEHBI OMHAKOBBIMU 1IBETAMHU.

Wnentudukatops! reHoB cOopkam reHoma Vector Base. ['ensl, hinankupyromue Touky pa3psiBoB y An. atroparvus: AATE00016478 u AATE(020848.

CrutonrHast yepHas JIMHUS yKa3bIBaeT Ha Om30cTh Mexy reHaMu (<10 KO), a myHKTHpHas TMHKS yKa3bIBaeT Ha paccTosiHue Ooee | MUIUTMOHA TTap

ocHoBanui. [Tonoxxenue rena Ha mtoc nenu JJHK ykazano cTpenkoi, yka3pIBaromiei BIpaBo, a nojoxenne Ha munyc uenu JJHK ykazaHno crpenkoi,
yKa3bIBaroIIel BiIeBO. [ 'eHbI 6€3 Kakoi-Tn00 CBS3M HAXOASATCS B HEU3BECTHOM KOHTHTE BHE XPOMOCOMHOM COOPKH

44"



An. coluzzii {{(AcoN031067)——  ACON2_034975 ACON2 036306 ~ ————  ACON2_ 032041
An. gambiae < AcaPo00808 —— AGAP013022 AGAP000810
An. arabiensis « AARA21_010301 — AARA21_010302 m— AARA21_010303

An. marshall < AmarGA1_006009 AmaiGA1_003522 AmarGA1_007554 —_— AmarGAT_000022
An. mouchet] < AmouQW_012065 —— AmouCVi1_011234 AmouCVi1_009063 —_— AmouaM1_001112
An. funestus (((AFUNG0sZ16]——  AFUN006215 AFUN007358 AFUN007357
An. stephensi _))_ ASTE010857 — ASTE010856 =————————= ASTE010855

An. daciae Orth. AATEQ02183 Orth. AATE020848 | Orth AATEO00407 —  Orht AATED16478

An. messeae Orth. AATE002183 Orth. AATE020848 [ OrhAATEO00407 '—  Orht AATEO16478

An. maculipennis

An. atroparvus (((AATED00H07)—  AATE001433 —— AATE020008 ~ ———— ' AATEO02183

o R ———

An. albimanus [ AAlBOO6BSE AALB003333 —  AALB003332 — AAIB003331 |

An. darfingi [ADACGT0360 ) —  ADACO00665 —— ADAC000667 ~ ——— { { ADAC000661|

Culex quinquefasciatus [cauinB002332 T~ cousHB003344 - CQUIHB010611 —[COUIHBO102200) %)

E—— ORI — et — mcioossss  ——— pseiaossss.

BREAKPOINT REGION I

Pucynoxk I".4 — 'eHOMHBII TMHEHHBIN OPSI0K OPTOJIOroB reHoB, puankupyomux BRI Opronoruunsie rensl 0003Ha4€Hbl OJUHAKOBBIMU 1[BETAMH.
Wnentudukatopsl reHoB coopkam reHoma Vector Base. ['ensl1, ¢mankupyromnie Touky pa3psiBoB y An. atroparvus: AATE00407 u AATE002183.
CrnomrHas yepHasi IMHUS yKa3bIBaeT Ha 6Ju3ocTh Mexxay reHamu (<10 KO), a myHKTUpHAs TUHUS yKa3bIBaeT Ha paccTosHUE Oosee | MUJIIIMOHA nap
ocHoBanui. [Tonoxenune rena Ha mtoc nenu JIHK ykazano cTpenkoi, yka3bsIBarolieil Blpaso, a nojoxenne Ha munyc nenu JHK ykazano ctpenkoit,
yKa3bIBaroIIeH BiIeBO. [ eHbI 6€3 KaKoi-Tn00 CBSA3M HaXOASITCS B HEU3BECTHOM KOHTHTE BHE XPOMOCOMHOM COOPKH.

evi



AHaJIn3 reHHOM OHTOJIOTHH B HHBEPTUPOBAHHBIX CHHTCHHBIX 0JI0KaXx

puioxenne |

Tabnuna /1.1 — O6oramenne GO-repmunamu 6uosiornueckux nporecco B Cb2, Cb5 u Cb6 y An. atroparvus

GO ID Ha3sBanue TepMHHOB our | r3a ID renosn % oUr FE OR P-value Benjamini Bonferroni
G0:0051588 [ffn”s'ggr‘;“ of neurotransmitter | 1 |AATE016581 100 | 7567 | inf 0,01321 0,17505 1,0
G0:0048167 [regulation of synaptic plasticity 1 1 |AATEO016581 100 75,67 inf 0,01321 0,17505 1,0
G0:0060179 |male mating behavior 1 1 |AATEO016644 100 75,67 inf 0,01321 0,17505 1,0
G0:0007617 [mating behavior 1 1 AATEQ016644 100 75,67 inf 0,01321 0,17505 1,0

) positive regulation of synaptic .
G0:0050806 transmission 1 1 AATE016581 100 75,67 inf 0,01321 0,17505 1,0
G0:0042438 [melanin biosynthetic process 1 1 |AATE016644 100 75,67 inf 0,01321 0,17505 1,0
GO0:0034477|U6 snRNA 3'-end processing 1 1 |AATEO012218 100 75,67 inf 0,01321 0,17505 1,0
G0:0060291 |long-term synaptic potentiation 1 1 |AATE016581 100 75,67 inf 0,01321 0,17505 1,0
G0:0007610 [behavior 1 1 AATE016644 100 75,67 inf 0,01321 0,17505 1,0
G0:0019098 [reproductive behavior 1 1 AATE016644 100 75,67 inf 0,01321 0,17505 1,0
G0:0046928 gzgfgﬁtc')‘r’]” of neurotransmitter | 1 |AATEO16581 100 | 7567 | inf 0,01321 0,17505 1,0
G0:0007618 |mating 1 1 AATE016644 100 75,67 inf 0,01321 0,17505 1,0
G0:0006582 |melanin metabolic process 1 1 |AATEO16644 100 75,67 inf 0,01321 0,17505 1,0
G0:0019731 |antibacterial humoral response 3 2 AATE021906, AATE021908 66,7 50,45 151,8 0,00051 0,02542 0,17772
G0:0019730 [antimicrobial humoral response 3 2 AATE021906, AATE021908 66,7 50,45 151,8 0,00051 0,02542 0,17772
G0:0006959 [humoral immune response 3 2 |AATEO021906, AATE021908 66,7 50,45 151,8 0,00051 0,02542 0,17772
G0:0006266 |DNA ligation 2 1 AATE013780 50 37,84 75,28 0,02625 0,18486 1,0
G0:0099177 ;‘fgr‘::;‘ltr']‘;” of trans-synaptic 2 1 |AATE016581 50 | 37,84 | 7528 | 0,02625 0,18486 1,0
G0:0006491 |N-glycan processing 2 1 |AATEO013897 50 37,84 75,28 0,02625 0,18486 1,0
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[Tponomxenne Tabnwmpt J1.1

positive regulation of cell

G0:0051781 |2 - ° 2 AATE005672 50 3784 | 7528 0,02625 0,18486 1,0

G0:0051103 Pelglgrhgatlon involved inDNA |, AATE013780 50 37,84 | 7528 0,02625 0,18486 1,0

GO:0050804 | Modulation of chemical 2 AATE016581 50 | 3784 | 7528 | 002625 0,18486 10
Synaptlc transmission

G0:0046349 g':;'c”e‘;s“gar biosynthetic 2 AATE002677 50 3784 | 7528 0,02625 0,18486 1,0

G0:0036092 |Phosphatidylinositol-3- 2 AATE012984 50 | 3784 | 7528 | 002625 0,18486 10
phosphate biosynthetic process

G0:0010138 ‘S’;Ugg'”e ribonucleotide 2 AATE011973 50 3784 | 7528 0,02625 0,18486 1,0

G0:0019748 [secondary metabolic process AATE016644 50 37,84 75,28 0,02625 0,18486 1,0

G0:0032262 |pyrimidine nucleotide salvage 2 AATEO011973 50 37,84 75,28 0,02625 0,18486 1,0

G0:0006048 | UPP-N-acetylglucosamine 2 AATE002677 50 3784 | 7528 0,02625 0,18486 1,0
biosynthetic process

G0:0006047 | UPP-N-acetylglucosamine 2 AATE002677 50 | 3784 | 7528 | 002625 0,18486 1,0
metabolic process

G0:0051046 [regulation of secretion 2 AATE016581 50 37,84 75,28 0,02625 0,18486 1,0

GO:0044550 | Secondary metabolite 2 AATE016644 50 37,84 | 7528 0,02625 0,18486 1,0
biosynthetic process

GO0:0044206 |UMP salvage 2 AATE011973 50 3784 | 7528 0,02625 0,18486 1,0

G0:0008655 | PY/imidine-containing 2 AATE011973 50 3784 | 7528 0,02625 0,18486 1,0
compound salvage

GO:0032467 | POsitive regulation of 2 AATE005672 50 37,84 | 7528 0,02625 0,18486 1,0
cytokinesis

G0:1903530 [regulation of secretion by cell 2 AATE016581 50 3784 | 7528 0,02625 0,18486 1,0

G0:0042742 |defense response to bacterium 5 AATE021906, AATE021908 40 30,27 50,59 0,00168 0,04478 0,58221

GO:0009617 |response to bacterium 5 AATE021906, AATE021908 40 30,27 50,59 0,00168 0,04478 0,58221

GO:0046189 |Phenol-containing compound 3 AATE016644 333 | 2522 | 3764 0,03912 0,23529 1,0
biosynthetic process

GO:0006275 |regulation of DNA replication 3 AATE005324 333 | 2522 | 3764 0,03912 0,23529 1,0

GO:0034472 [snRNA 3"-end processing 3 AATE012218 333 | 2522 | 3764 0,03912 0,23529 1,0

G0:0031929 [TOR signaling 3 AATE011784 333 | 2522 | 3764 0,03912 0,23529 1,0
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AATE021908

G0:0043628 [ncRNA 3'-end processing 3 1 |AATEO012218 333 | 2522 | 3764 0,03912 0,23529 1,0
G0:0018958 | Phenol-containing compound 3 1 |AATEO16644 333 | 2522 | 3764 | 003912 0,23529 10
metabolic process
G0:0043173 |nucleotide salvage 3 1 |AATEO11973 333 | 2522 | 3764 0,03912 0,23529 1,0
G0:0090068 Bfg&g‘s’f regulation of cell cycle | 4 1 |AATE005672 333 | 2522 | 3764 0,03912 0,23529 1,0
_ . AATE019391, AATE021906,
GO:0006955 |immune response 13 3 |AATEO21908 231 | 17.46 | 22,94 0,00058 0,02542 0,20169
, ) AATE019391, AATE021906,
G0:0002376 [immune system process 14 3 AATE021908 21,4 16,22 20,85 0,00073 0,02542 0,25423
G0:0098542 | defense response to other 14 | 3 |AATEQ19391 AATEO21906, | ) 4 | 1692 | 2085 | 000073 0,02542 0,25423
organism AATE021908
, ) AATE019391, AATE021906,
G0:0051707 |response to other organism 14 3 AATE021908 21,4 16,22 20,85 0,00073 0,02542 0,25423
) response to external biotic AATE019391, AATE021906,
G0:0043207 | (PP 14 3 |AATEO21908 214 | 1622 | 20,85 0,00073 0,02542 0,25423
biological process involved in
G0:0044419 |interspecies interaction between| 14 | 3 |AATE01939L AATE021906, | 51 4 | 1625 | 2085 | 000073 0,02542 0,25423
: AATE021908
organisms
_ ... AATE019391, AATE021906,
G0:0009607 |response to biotic stimulus 14 3 AATE021908 21,4 16,22 20,85 0,00073 0,02542 0,25423
_ AATE019391, AATE021906,
G0:0006952 |defense response 18 3 AATE021908 16,7 12,61 15,28 0,00158 0,04478 0,54836
GO:0035235 | lonotropic glutamate receptor 14 2 |AATE017047, AATE021788 | 143 | 1081 | 12,63 0,01420 0,17505 1,0
signaling pathway
G0:0007215 g;ﬁ;ﬂ?e receptor signaling 14 2 |AATE017047, AATE021788 | 143 | 1081 | 12,63 | 0,01420 0,17505 1,0
G0:0007015 |actin filament organization 18 2 |AATE005959, AATEOO8512 | 11,1 | 841 947 0,02308 0,18486 1,0
G0:0097435 Z‘;‘g;?;‘;:f;‘}"ar fiber 24 2 | AATE005959, AATE008512 | 8,3 6,31 6.88 0,03955 0,23529 1,0
G0:0009605 |response to external stimulus 42 3 AATEO19391, AATE021906, 7,1 5,41 5,86 0,01777 0,18486 1,0

[Mpumeuanue — OUI" — ponoBoe uwncio renos; ['3]] — reHoB B 3ajaHHOM jauana3zone; FE — koaddunuent oboramenns; OR — odds ratio; Benjamini u Bonferroni — meTtosr
MONIPABOK HA MHOXKECTBEHHYIO MMPOBEPKY THTIOTE3
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Tabmuna /1.2 — O6oramenne GO tepmuaamu monekyisipabix Gysakiuii B Ch2, Cb5S u Cb6 y An. atroparvus

GO ID Ha3Banue TepMHHOB our | 134 ID renosn % oUr FE OR P-value Benjamini Bonferroni
G0:0004850 |uridine phosphorylase activity 1 1 |AATE011973 100 | 75,67 inf 0,01321 0,20655 1,0
phosphatidylinositol-3,4-
G0:0016316 | bisphosphate 4-phosphatase 1 1 |AATE012984 100 | 75,67 inf 0,01321 0,20655 1,0
activity
G0:0004343 |9lucosamine 6-phosphate N- 1 1 |AATE002677 100 | 7567 | inf 0,01321 0,20655 10
acetyltransferase activity
poly(U)-specific
GO:199083g |XOribonuclease activity, 1 1 |AATE012218 100 | 7567 inf 0,01321 0,20655 1,0
producing 3' uridine cyclic
phosphate ends
phosphatidylinositol-3,4-
G0:0106017 [bisphosphate phosphatase 1 1 |AATEO012984 100 75,67 inf 0,01321 0,20655 1,0
activity
G0:0030151 | molybdenum ion binding 4 2 |AATE012954, AATE020065 | 50 37,84 | 75,89 0,00102 0,19304 0,19304
G0:0042834 | peptidoglycan binding 1 |AATE019391 50 37,84 | 7528 0,02625 0,27388 1,0
G0:0034596 | Phosphatidylinositol phosphate |, 1 |AATE012984 50 | 3784 | 7528 | 002625 0,27388 10
4-phosphatase activity
G0:0003910 | DNA ligase (ATP) activity 2 1 |AATE013780 50 37,84 | 7528 0,02625 0,27388 1,0
G0:0003909 | DNA ligase activity 2 1 |AATE013780 50 37,84 | 7528 0,02625 0,27388 1,0
G0:0070006 [ metalloaminopeptidase activity 6 2 |AATEO012122, AATE016042 33,3 25,22 37,94 0,00250 0,20655 0,47429
G0:0036374 |glutathione hydrolase activity 3 1 |AATE005125 333 | 2522 | 3764 0,03912 0,27388 1,0
phosphatidylinositol
G0:0034593 | bisphosphate phosphatase 3 1 |AATE012984 333 | 2522 | 3764 0,03912 0,27388 1,0
activity
G0:0016802 géfi'vki%'f“'fo“'”m hydrolase 3 1 |AATE006610 333 | 2522 | 3764 0,03912 0,27388 1,0
G0:0004013 Zggi‘/‘i’t;y'homocy“e'”ase 3 1 |AATE006610 333 | 2522 | 3764 0,03912 0,27388 1,0
G0:0004089 [carbonate dehydratase activity 12 2 |AATEO012318, AATE020937 16,7 12,61 15,17 0,01048 0,20655 1,0
G0:0004970 'a((’:rt‘iovtirt‘;p'c glutamate receptor 14 2 |AATE017047, AATEO21788 | 143 | 1081 | 12,63 0,01420 0,20655 1,0
G0:0008066 |glutamate receptor activity 14 2 |AATEO017047, AATE021788 14,3 10,81 12,63 0,01420 0,20655 1,0
G0:0004177 |aminopeptidase activity 21 2 |AATE012122, AATE016042 | 9,5 7,21 7,97 0,03087 0,27388 1,0
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AATEQ18478, AATE020937

GO ID Ha3sBanue TepMHHOB o4ur | r3g ID renos % oUr FE OR P-value Benjamini Bonferroni
_ . - AATE012954, AATE015238,
GO:0070279 | vitamin B6 binding 33 3 | AATE020085 9.1 6,88 7,63 0,00920 0,20655 1,0
_ ) - AATE012954, AATE015238,
G0:0030170 [pyridoxal phosphate binding 33 3 AATE020065 9,1 6,88 7,63 0,00920 0,20655 1,0
G0:0022824 g;?jﬂ‘;tter'gawd ion channel 22 2 |AATE017047, AATEO21788 | 9,1 6,88 757 0,03367 0,27388 1,0
G0:0022835 g;?sirgtter'gat‘*d channel 22 2 |AATE017047, AATE021788 | 9,1 6,88 7,57 0,03367 0,27388 1,0
G0:0030594 g(e;t‘:\r/?tt;ansm'“er receptor 23 2 |AATE017047, AATE021788 | 8,7 6,58 721 0,03657 0,27388 1,0
GO:0036459 | thiol-dependent ubiquitinyl 25 2 |AATE009719, AATEO16081 | 8 605 | 658 0,04263 0,28777 10
hydrolase activity
_ . — AATE012122, AATEO15377,
G0:0008235 | metalloexopeptidase activity 38 3 AATE016042 7,9 5,97 6,54 0,01356 0,20655 1,0
G0:0016836 |hydro-lyase activity 26 2 |AATE012318, AATE020937 | 7,7 5,82 6,31 0,04579 0,29682 1,0
_ N AATE012954, AATE015238,
G0:0019842 |vitamin binding 48 3 | AATEG2008S 6.3 473 508 0,02529 0,27388 1,0
G0:0016829 |lyase activity 87 4 |AATE012318, AATE015238, 1 ) ¢ 3.48 3,69 0,02789 0,27388 1,0

IMpumeuyanue — OUI' — ponoBoe uucno renos; ['3]] — reroB B 3amanHoM auanasone; FE — koaddurment oboramenus; OR — odds ratio; Benjamini u Bonferroni — merosst
MOINPABOK HA MHOYKECTBEHHYIO MPOBEPKY THUIIOTE3
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Tabmuna /1.3 — O6oramenne GO tepmuaamu kietodnbix kommoHeHToB B Cb2, Chb5 u Cb6 y An. atroparvus

AATE014682

GO ID Ha3Banue TepMHHOB our | 134 ID renosn % oUr FE OR P-value Benjamini Bonferroni
GO:0031201 |[SNARE complex 1 1 |AATE005905, 100 | 7567 | inf 0,01321 0,15032 0,96465
G0:0005868 |cytoplasmic dynein complex 1 1 |AATE009138, 100 75,67 inf 0,01321 0,15032 0,96465
GO:0031932|TORC2 complex 2 1 |AATE011784, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
GO:0043292 | contractile fiber 2 1 |AATE014682, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
GO:0036379| myofilament 2 1 |AATE014682, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
G0:0030016 | myofibril 2 1 |AATE014682, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
GO:0031931|TORC1 complex 2 1 |AATE011784, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
GO:0030017 |sarcomere 2 1 |AATE014682, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
GO:0005865 [striated muscle thin filament 2 1 |AATE014682, 50 | 37,84 | 7528 | 0,02625 0,15032 1,0
G0:0005861 |troponin complex 2 1 |AATEO014682, 50 37,84 75,28 0,02625 0,15032 1,0
GO:0038201|TOR complex 3 1 |AATE011784, 333 | 2522 | 3764 | 0,03912 0,15032 1,0
GO:0034707 |chloride channel complex 3 1 |AATE011937, 333 | 2522 | 3764 | 0,03912 0,15032 1,0
GO:0072487|MSL complex 3 1 |AATE002626, 333 | 2522 | 3764 | 003912 0,15032 1,0
G0:0000123 Egséfpr}eefc‘*ty'”a““erase 21 2 |AATE002626, AATE019759 | 9,5 721 | 7,97 0,03087 0,15032 1,0
GO:0031248 Eg‘r’;‘:)ilgjc‘*ty'”a”Sferase 22 2 |AATE002626, AATE019759 | 9,1 688 | 7,57 0,03367 0,15032 1,0
G0:1902493 | acetyltransferase complex 22 2 |AATE002626, AATE019759 9,1 6,88 7,57 0,03367 0,15032 1,0
G0:0099081 |supramolecular polymer 45 3 ﬁﬁigggiggg AATEQ09138, 6,7 5,04 5,44 0,02135 0,15032 1,0
GO:0099512 |supramolecular fiber 45 3 ﬁﬂgggig;g’ AATEO09L38, | ¢ 7 504 | 544 0,02135 0,15032 1,0
G0:0099080 |supramolecular complex 50 3 AATED05672, AATE009138, 6 4,54 4,86 0,02813 0,15032 1,0

[Mpumeuanue — OUI" — ponoBoe uwncio renos; '3/ — reHoB B 3ajaHHoM auanazone; FE — koaddunuent oboramenns; OR — odds ratio; Benjamini u Bonferroni — metosr
MOMPABOK HA MHOYKECTBEHHYIO MPOBEPKY TUIIOTE3
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