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TAIUIOJUIIJIOUIHOCTD U MOJI-ONMPEAEJISIIOINI KACKAL TEHOB
Y IEPENOHYATOKPBLIBIX HACEKOMBbIX

Kackunosa M.J1.*, CantsikoBa E.C., Naiidynmunaa JI.P., ITockpsixoB A.B., Hukonerko A.T.

HNHCTUTYT OMOXUMHUH U TEHETUKH — 000COOJIEHHOE CTPYKTYpHOE TIoipazaeneHne denepaabHOro rocy1apcTBEHHOTO
OFOIKETHOTO HAYYHOTO YUPSIKICHUS Y PHMCKOTO (peIepalbHOTO HCCIIEI0BaTEILCKOTO MeHTpa Poccuiickoii akageMun
Hayk, Poccus, 450054, PecriyGiuka barikoprocran, ¥Yda, npocnekr Oktsops, 1. 71, *kaskinovamilyausha@mail.ru

Pe3rome

B nmamHOM 0030pe paccCMOTPEHBI CYHIECTBYIOIIME W MPEANOaraeéMble TEHETUYECKHE CHCTEMBI,
XapaKTCpHbIC UIA NEPCHOHYATOKPBIIbIX HACCKOMBIX, a4 TAKXKC IMOKAa3aHO, KaK YCTPOCH U (byHKHI/IOHI/IpyeT
HOH-OHpeHCHHIOH_II/Iﬁ Kackazg y OTACJIIbHBIX BUIOB. EOJ’ILH_II/IHCTBO HepeHOH‘IaTOKpI)IJ'H)IX HACCKOMBIX
SABJIIKOTCA TallJIOJUILNIOUIHBIMU — CaMKU HUMCEHOT Z[I/IHJ'IOI/I,Z[HHﬁ Ha60p XpOMOCOM, a CaMIibl FaHHOHHHLIﬁ.
OﬂHaKO MOJI-ONPCACTAIONUC MCXAaHU3Mbl BHYTPH 3TOI'0 OTpAAa 3HAYUTCIBHO BAPbLUPYIOT HC TOJIBKO B
OTIIENIFHBIX CEMEHCTBax, HO Jake B Mpeaerax ogHoro poma. OOmIeil depToil Ui HUX SBISCTCS HATHUHC
HUCPAPXUYHOTO TMOJ-OMPCACIIAIOMIECro Kackaaa, TAC TMPOAYKTbI OJHHUX TI'C€HOB PpPCTrYIUPYIOT TIIOJI-
cnenn(UYHBIA CIUTAHCHMHT ApPYrux. Perymsmus SKCIpeccHd OCYIIECTBISICTCS Kak WP HOMOIIH
AJIBTCPHATUBHOT'O CHJ'IaﬁCPIHFa, TaK U MOJOXKUTCIbHBIX aBTOPCTYJIATOPHBIX MIETCIIb.

KunroueBble cjioBa: onpeesieHue 1moJja; ramio umionanocts; Hymenoptera; csd; fem; tra; dsx

Hutuposanue: Kackunosa M./I., CanteixoBa E.C., T'aiipymmmna JI.P., [TockpsaxoB A.B., Huxonenko A.T.
[0 UIIIONAHOCTE U TOJI-ONIPEICIISIONINNA KacKaJ TCHOB Y IIEPEIIOHYaTOKPBIIBIX HACEKOMBIX // bruomuka. 2019.

T.11(2). C. 108 — 119. DOI: 10.31301/2221-6197.bmcs.2019-08
HAPLODIPLOIDY AND SEX-DETERMINING CASCADE OF GENES IN ORDER HYMENOPTERA
Kaskinova M.D., Saltykova E.S., Gaifullina L.R., Poskryakov A.V., Nikolenko A.G.

Institute of Biochemistry and Genetics, Ufa Federal Research Center, Russian Academy of Sciences, Republic of
Bashkortostan, Ufa, prospect Oktyabrya 71, 450054, *kaskinovamilyausha@mail.ru

Resume

This review examines the existing and proposed genetic systems of Hymenoptera, as well as shows how the
sex-determining cascade in particular species works and functions. Most Hymenoptera are haplodiploid
organisms — females have a diploid set of chromosomes, and males have a haploid one. However, the sex-
determining mechanisms within this order vary considerably, not only in families, but even within the same
genus. A common feature for these mechanisms is the presence of a hierarchical sex-determining cascade
of genes, where the products of some genes regulate the sex-specific splicing of others. Expression is
regulated both by alternative splicing and positive autoregulatory loops.
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BBenenue

IMepenonuarokpeutsie (Hymenoptera) — otpsia
HACEKOMBIX, BKJIIOYAIONIMHA B ce0s JBa MHOAOTpsa
(Symphyta u Apocrita), 132 cemeiictea u 153088
COBPEMEHHBIX ONHMCcaHHbIX Buaa [Aguiar et al., 2013;
Peters et al., 2017]. Ilpenmonaraemoe 4YHCIO BHIOB
nmocturaer 300 000, cpean HUX eCTh HEONHCAHHBIC BHIBI
B HAYYHBIX KOJUICKIMSX U €lle He OOHAPYKEHHBIC BHUJIbI
(Heraty et al., 2009). HauGosee apeBHUE IPEACTABUTENN
3TOro0 OTpsia HailleHbl B OTJIOXKEHUSX TpuacoBoro
nepuosa (Ronquist et al., 2012). TIpeamnonoxurensHo, HX
BH000pa30BaHNe HAYanoch OKojio 281 MIH. JeT Hazaj
Mexny KameHHOyrompHBIM M TpHACOBBIM IEpHOJAMHU
[Peters et al., 2017] u 110 MapaICNbHO C SBOJIIOLMEH
MOKpeITOCEeMeHHbIX pactenuit [Dyer et al.,, 2012; Hu et
al., 2008].

XapaktepHoit  ocobeHHOCTEIO  Hymenoptera
SIBIISIETCSl MX TalUIOJUILIONIHOCTD (TaK)ke Ha3blBacMasi
appeHOTOKHEH, WIH apPEHOTOKUYECKUM
MIapTEHOTeHE30M) — CaMKH HMEIOT AWIUIOWAHBIA Habop
XpOMOCOM, a camibl ramoujHeii. OpHaKo MoJ—
ompeensone MexaHu3mMbl Hymenoptera 3HAYHTENBHO
BAPBUPYIOT HE TOJBKO B OTHEIBHBIX CEMEMICTBAX, HO
naxe B Tpenenax omHoro poma [Gu et al., 2003; van
Wilgenburg et al., 2006; Paladino et al., 2015].

I'eHeTHYecKHEe CHCTEMbI HACEKOMBIX
Knaccudukarus FEHETUYECKHUX CHUCTEM
HACEKOMbIX OblTa mpemaoxkena Hopmapkom [Normark,

2003]. OH BBIOEAWI TPH TEHETHUECKUE CHCTEMBI:
CHCTEMBI, B KOTOPBIX caMIIbl JHTUTOUTHB
(U0 UTUIOUTHOCTH ), rarIou/ IHbI
(TaIuTo IMTUTOMTHOCTH ) u OTCYTCTBYIOT BOBCE
(TenuToKMS). Ion TE€HETUYECKOM cucTeMoin

OIPa3yMEBaOT KOMIUIEKC M3 CTPYKTYP U MEXaHH3MOB
mepeaaynl HacIeCTBCHHON WH(OpMAIK, XapaKTepHBIH
IUTSE OTIPEICIICHHOTO BUa OPraHU3MOB.

B mumioauIioniHONW CUCTEME CAMKH M CaMIIBI
HMEIOT JUIUIOUHBI HAOOp XPOMOCOM, COCTOSIIHUN M3
TaIJIOWIHBIX TEHOMOB [BYX poAMTened. 1o camas
pacmpocTpaHeHHas reHeTHYECKas cHcTeMa,
BCTpeYaromascs y OOJBIIMHCTBA TO3BOHOYHBIX U
Oecrio3BoHOUHBIX opranu3zmoB [Trukhina et al., 2013;
Blackmon et al, 2016]. [das mepenoHYATOKPBLIBIX
HaCEKOMBIX XapaKTepHBI IiBE CHCTEMBI -
raryIo JUIIOUAHOCTE U TEJIUTOKHUS.

I[Ipy  ramiogMIJIONAHOM  CUCTEME  CaMKH
BO3HUKAIOT U3 OIUIOJIOTBOPEHHBIX SIMIEKICTOK U UMEIOT
JTUTUIOUTHBIA HA00p XPOMOCOM, a CaMIIbl MOSIBJISIOTCS U3
HEOIIOJJOTBOPEHHBIX SAWI[ W, CJIEJOBATEIBEHO, WUMEIOT
raionaHell  Habop.  [amnoaummoupHocTh  ObLTa
noareepskaena it 1300 Bunos Hymenoptera [Blackmon
etal., 2016]. K ramioauIuioniHON CHCTEME, COIJIACHO
knaccudukanmu Hopmapka [Normark, 2003], otHOCSTCS
apPCHOTOKHS W JJIMMHHALUSA OTIIOBCKOTO TEHOMA.

OCHOBHOE pa3In9IHe MEKIY ITUMHU THITAMH OTPEICTICHHUS
mojia 3aKJYacTcs B TOM, 4YTO IMPH apPEHOTOKUH
raIuIo IAILUIONIHOCTh ITIOTOMCTBA 00ECIEYNBAETCS 33 CUET
mpolecca  OIUIOJIOTBOPCHUS, a TMPH  IIMMHHALUU
OTIIOBCKOTO TeHOMa HabmomaeTcs (yHKIHOHAJIbHAS
TaIUIOUIUIONTHOCTh, KOTOpas BO3HHKAeT 3a CUeT
MOJTHOTO WJIM YAaCTUYHOTO TMOJABIICHUSI OJKCIPECCHH
OTLIOBCKOI'O '€HOMA.

Komnnemenmapnoe onpedenenue nona

OnHoit u3 thopm apPEHOTOKUYECKOTO
napTeHOreHe3a SBJIACTCS KOMIUIEMEHTapHOE
ompenenenue noja (complementary sex determination,
CSD). CSD ocHoBBbIBaeTCS Ha aJJIEIbHONH KOMOWHAIIUU
MOJ-ONPEICIIAIOIEr0 TeHa WM T'€HOB — I[eTepPO3UTOTHI
Pa3BUBAIOTCS B CAMOK, & TOMO — M T€MHU3UTOTHI B CaMIIOB
[Beye et al., 2003]. Bonepssie CSD 0bL10 HpPEANON0oKEHO
Juist HaesHuKa Bracon hebetor u3 cemeiicTa Braconidae
[Whiting, 1943]. TTo3xe CSD 6bLIO TPEAMOIOKEHO IS
6osiee 80 BumOB mepenoHYaTOKphUIBIX [van Wilgenburg
et al., 2006], omHako ero HaaW4We C YCTAHOBJICHHUEM
KOHKpETHBIX reHoB (€Sd, fem1) ObL10 0Ka3aHO MU ISt
A. mellifera [Beye et al, 2003] wu npyrux
npencrasureneii Apidae [Gadau et al., 2001; Hasselmann
et al., 2008; Liu et al., 2011; Liu et al., 2012; Wang et al.,
2013]. dnst ycranosnenust CSD HCIONB3YIOT HECKOIBKO
MOJIXOJIOB,  KOTOpblEe  HMMEIOT  pasHyl0  CTeleHb
nJoctoBepHOCTH. Tak, o Hammunu CSD MOXXHO CyAWTH IO
COOTHOLICHHIO TIOJIOB, HAOIFOIAEMOM B IKCHEPHMEHTAX
1o OJM3KOPOJICTBEHHOMY CKpPEIIMBAaHHUIO, KOTOpOE B
crygae CSD cMmemeHo B CTOPOHY MYKCKOTO 1oa (male
biased sex ratio). boiiee HamexHbIE TaHHBIE MOXHO
MOJYYHUTH IPU MOMOIIY LIUTOJOTHYECKHX (0OHapyKeHUe
JMIUTOUAHBIX CaMIOB) M TEHETHYECKHX (KapTUPOBaHHUE
nokyca nona, PHK-unTephepentms) meronos [Butcher
et al., 2000; van Wilgenburg et al., 2006].

CeneKTHBHBIM HEJOCTATKOM KOMILIEMEHTAPHOTO
OIIpe/IeNICHUsI TI0JIA SBJISCTCS TPOU3BOJCTBO TUIUIOMIHBIX
camioB (diploid male production, DMP), mockonbky y
oomprmmHcTBA BHOOB ¢ CSD IMIDIOMOHBIE CAMIIBI
HEXKXH3HECTIOCOOHBI WM TPOM3BOIAT  JUIUIOHIHYIO
criepMmy, KOTOpast NPUBOJMUT K HOSBICHHUIO
HEXH3HECTIOCOOHOTO TPUILIOMIHOrO MoToMcTBa [Harpur
et al., 2012]. Ecmu maTka capuBaeTcsi ¢ TpyTHeM (HJIH C
HECKOJbKHMH), UMCIOIIMM OOIMWHA ¢ HEH ayienb IoJI-
OIIPENEISIONIET0 TeHa, TO IIO0JIOBUHA ITIOTOMCTBA U3
OIUIOJOTBOPEHHBIX  AWIl OyIdeT  HEXH3HEeCIocoOHa.
ITockoibKy B €CTECTBEHHBIX  YCIOBHSAX  MaTKa
criapuBaercst ¢ Oosee ueM ¢ 15 tpyrasmu [Tarpy et al.,
2015], TO OTpHIIATEIIFHBIC TIOCHENCTBUS
KOMILJIEMEHTapHON JIeTepMUHALMK 102 CHIIKAIOTCS,
ecmu XOoTs Obl 2—3 m3 HUX OyOyT UMETb OTJINYHBIC OT
MAaTKH aJiieNH MOoJI-0Npeessoiero reua complementary
sex determiner (csd). Jlus Toro uToObI HEOOJBINAS
rpynma TMYeIMHBIX CeMed Ha  [aceke  Morja
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MIPOJIOJDKUTEIBHOE BPEMsl CYIIECTBOBAaTH 0€3 Yrpo3bl
BbIMUpaHHs, U1 HEE KpailHE BaXKHO COXpPAaHECHHE
JOCTATOYHOTO mouMopdu3ma mo rey €sd.

Y OonplIMHCTBA TEpenoHYaToKpbuibix ¢ CSD
JIUTIIOUIHBIC CaMIIbI SIBJISIOTCS TEHETUYECKHM TYITHKOM,
IIOCKOJIKY ~ OHM  Oecruiogubl b0  JaloT  IIpH
CKPEIIMBAaHUN CTEPUIIbHOE TPHUIJIOMIHOE IIOTOMCTBO.
Tem He MeHee, ObuM OOHAapy)XEHBI BHABI, TaKHE Kak
Euodynerus foraminatus [Stahlhut, Cowan, 2004],
Cotesia glomerata L. [Elias et al., 2009] u Mastrus ridens
[Zaviezo et al., 2017], y KOTOpPBIX TUILIOUIHBIC CAMIIBI
(GepTUNbHEl M JAIOT TNPH CKPEIIMBAHWU IIJIOJAOBHTOE
TIOTOMCTBO.

bouin  oOHapyXeHbI BHUABI, y KOTOPBIX IIOJ
KOHTPOJINPOBAJICS aJUICJIbHOW KOMOWHammed IByX H
0ojice TeHOB, TaKk Ha3bIBaeMOW MHOrojokycHoit CSD
(multi-CSD) [Sanchez et al., 2008; de Boer et al., 2008;
de Boer et al., 2012; Paladino et al., 2015]. daunas
¢dopma  CSD nMeeT Gompiee CENIEKTHBHOE
MIPEUMYIIECTBO, IIOCKOJIIBKY BEPOSITHOCTh MOSIBICHHS
TOMO3UTOTHOTO II0 BCEM JIOKYCaM IIOTOMCTBA 3aMETHO
yMmeHbnaercsi. MuorosokycHass CSD Obuta HailineHa y
napasutrdeckoit ocst Cotesia vestalis, nummnpinka Arge
nigrinodosa, mypasss Vollenhovia emeryi [de Boer et al.,
2008; Naito et al., 2000; Miyakawa et al., 2018].

Onpeodenenue nona Ha 0CHO8e MAMEPUHCKO20
appexma u cenomnozo umnpunmunza

[ oOBbsICHEHHST MEXaHHW3MOB OIIpEETICHUS
1ojla y MepernoHYaTOKPBUIBIX HACEKOMBIX, KOTOpbIE HE
cootBeTcTBYIOT CSD, OBUIM TpeIsIosKEeHBI MOJETH NON—
CSD — 310 ompezesneHue nojia Ha OCHOBE MaTepPUHCKOTO
sdpdexra (maternal effect sex determination, MESD) u
TEHOMHOTO HMMIpHHTHHra (genomic imprinting sex
determination, GISD) [van de Zande et al., 2014].
Jannele  Monenu  TPeOYHOT — SKCIEPHMEHTAJIBHOTO
noarBepxkaeHus.  OmpeneneHne Tona Ha  OCHOBE
MaTepUHCKOTO A(QeKTa 3aKkIodaeTcs B TOM, YTO Ha
paHHEM OTale pa3BUTHA Y 3apojplila COOCTBEHHBIN
TEHOTHII HaxXOAATCS B HEAKTUBHOM COCTOSHHM U €ro
¢denotun ompepensercs 3a cuer MPHK  wmatepn,
Haxo smmMxcs B sitnexnerke [van de Zande et al., 2014;
Geuverink et al., 2018].

I'eHOMHBII UMITPUHTHHT (genomic imprinting) —
9T0 H30MpaTeNbHas OKCIpeccus ajuielell HeKOTOPBIX
T'CHOB B 3aBUCHMOCTH OT POAUTENS, OT KOTOPOTO JAaHHBIH
QJUIeNIb  TOJy4eH. OJTOT OJIUTCHETHYeCKUuil Tmporecc
ocHoBaH Ha Mmetwiupoanuu JJHK [van de Zande et al.,
2014]. Mopens  marepunHckoro  s¢dexra  Gbuia
npeanonoxena s Nasonia vitripennis, oanako mozxe
el Ha 3ameHy mpemnoxuwin moaens MEGISD (Maternal
Effect Genomic Imprinting Sex Determination). Ota
MOJIeNIb BKJIIOYAaeT B ce0s MeXaHW3M MAaTepUHCKOTO
apdexTa M TeHOMHOTO WMIpUHTHHTA. COTIACHO ATOH
MOJIEIH, aKTHBALUs TPAHCKPHUIILMY TeHa tra y 3apojslima

Nasonia  vitripennis  ocymiectBisercss 3a  CYeT
matepuHckoit MPHK rena tra, npu 3ToM y TUIUTOMAHBIX
3apOoJIBIIIEH [UTs aKTHBAIKK tra HeoOXOANMBI OTIIOBCKHUE
aJUIeJIM TUIIOTETUYECKOTo reHa womanizer [van de Zande
et al, 2014]. Moaens MEGISD Takke Oblia
mpeamnosioxkena Juis  mapasutoupa Asobara tabida
[Geuverink et al., 2018].

Dnumunayus omuyo6cKozo zeHoma

Crnemyromuii MEXaHHW3M OIPEAEICHHUs II0Ja,
BXOJISIIIMH B FaIyIOAUINIONAHYIO CUCTEMY, — SJIMMUHALMS
OTIIOBCKOTO TeHoMa (paternal genome elimination, PGE),
win tceBnpo—appeHotokus [Normark, 2003; Sanchez,
2008]. IIpu PGE camiel pa3BUBArOTCS W3 3UTOTHI,
coJIeprKalleH rarmIouIHBI TeHOM MaTepu W TaluTOUIHBINA
TEHOM OTILa, OJHAKO OTLIOBCKUH I'€HOM MOJHOCTHIO HJIH
JacTHYHO NojaBisiercst. OQNH U3 CoCcO00B HMUMHUHALINI
OTLOBCKOIO  TeHOMa  O0yClaBiIMBaeTcss  HaJTUYUEM
XPOMOCOMBI ~ «OTILOBCKOTO  COOTHOIICHHS  IIOJIOBY
(paternal sex ratio chromosome) [Werren et al., 2003],
KOTOpasi IepefaeTcs 4depe3 CIEepMy U IIOJAABIISET
9KCIIPECCHIO OTILOBCKOro TeHoMma. Jlpyroit cmocob —
MHUTOTHYECKAass  WIM  MeHOTHYecKas  AIMMHHAIMA
OTIOBCKOTO ~ TEGHOMa,  BO3HMKAaOIIas 32  CYET
MoOIU(UKaMi B  METWIMPOBAHWM THCTOHOB, 4TO
MIPEISITCTBYET KOHJCHCAMM OTIOBCKOTO XpPOMaTHHA B
otebHbIe XxpoMocoMbl [Escriba et al., 2011]. Ente ogun
C1oco6 AIIMMHHAIAN o0yclaBIuBaeTcs
LUTOTIA3MAaTHYECKOH HECOBMECTHMOCTHIO, BBI3BAHHOM
sHAocuMbroTHYeckuMu Gaktepusmu [Tram et al., 2006].
Bce »3tm  cmocoObl  ynmparoTcs B HOJaBIICHUE
KOHJICHCAIlMK OTIIOBCKOoro xpomartmHa [Aldrich et.,
2017]. PGE o6napyxeHa y mpelcTaBUTENCH OTpPSIOB
Coleoptera,  Diptera, Hemiptera, = Thysanoptera,
Phthiraptera u Collembola [Normark, 2003; Blackmon et
al., 2016]. Cpemu Hymenoptera PGE BbuiBieHa Yy
npencraButerneii Hagcemeiictea Chalcidoidea [Tram et
al., 2006; Heimpel et al., 2008].

Tenumoxusn

HpI/I TCIIUTOKUU U3 HCOIIOJOTBOPCHHBIX AWI]
MOSBIISIIOTCA CaMKH. Y OIHUX BHIOB Ha6n}011aeTc>1
oOnuraTHas (hopMa TETUTOKUH, TIPH KOTOPOH OPTaHU3MBI
PAa3MHOXKAIOTCA  UCKIIIOUUTEIILHO 0eCII0JIBIM yTEM,
marmpumep kak Mycocepurus smithii [Rabeling et al.,
2009]. OOnuratHasi TETUTOKUS OTHOCHTEIBHO PEIKOC
SIBJICHUC cpean TNEPETIOHYATOKPBIIBIX, TOoraa KakK
(akynbTaTUBHAs TEIUTOKHS, IPH KOTOPOW OpraHU3MBI
PasMHOXAKOTCA KaK IIOJIOBBIM, TaK H OECIOIBIM IIyTEM,
pacnopoCcTpaHeHa AOBOJIBHO IMHPOKO, 0co0eHHO cpean
mypaBseB [Wang et al., 2017; Espinosa et al., 2017;
Nugnes et al., 2015; Masuko et al., 2014; Doums et al.,
2013; Pearcy et al., 2006; Ravary et al., 2004; Dobata et
al., 2009]. Bbeir obGHapyxken Ttakke Bum Platythyrea
punctata, y KOTOporo ojHa W3 MONYJIALUN HUMEeT
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obmurartayro  (opMy  TENUTOKMH, a Jpyras —
¢axyneratusayio [Kellner et al., 2013]. Tenutokus Oblia
oOHapyKeHa TakKe y Karckou muensl A. M. capensis
[Baudry et al., 2004; Chapman et al., 2015; Cole—Clark et
al., 2017].

ITo cnocoOy BOCCTAHOBJIEHHS IHUIJIOMIHOCTH
XPOMOCOMHOTO Ha0opa TeNUTOKHUS IENUTCsA Ha [[Ba TUIIA
— TCHETUYECKYd (ABTOMHUKCHC MW allOMHKCHC) H
SHI0CUMOHOHT—MHAynupoBanuyio [Heimpel et al., 2008;
Rabeling et al., 2013]. IIpu anomukcuce (Takke H3BECTEH
KaK IPEMEHOTHYECKAs IyIUIMKAalKUg U MUTOTUYECKUU
MapTeHOTeHe3) 3WUT0Ta (OPMHUPYETCS MHUTOTHYECKH H
MIOTOMCTBO SIBJISIIOTCSI KOIMSIMUA MaTepH. ATIOMHKCHC HE
pacnpoctpaneH cpeau I[lepemonuaTokpbuibix [Rabeling
et al., 2013], on obOHapyxeH y mapasutounoB Meteorus
pulchricornis [Tsutsui et al., 2014] u Trichogramma
cacoeciae [Vavre et al, 2004]. Ilpu aBTOMHKCHCE
MPOMCXOJUT MEHO03, YTO BEIeT K PEAyKIHMH 4YHcia
XpOMOCOM JUILIOMJHON SHIEKIETKH, 8 BOCCTAHOBICHUE
JUIIOUTHOCTH ~ OCYIIECTBIISICTCS 32 CUET  CIIMSHUS
nponykieycos [Heimpel et al., 2008]. ABroMukTHUYeCKas
TENUTOKKS Hambojiee M3ydeHA y KallCKOM MeIOHOCHOM
muenst A. m. capensis. Tlpy HaTHYMK TUTOJHOH MAaTKH
CeMbs pa3MHOXKaeTcst 0OBIIHBIM criocoboM. Korma cembs
TepseT MaTKy M HE HMEET BO3MOXKHOCTH BBIPACTHUTH
HOBYIO, pabouude Iuenbl HAYWHAIT OTKJIAABIBATh sifla,
U3  KOTOPHIX  pa3sBUBAIOTCS  JIUILIOWIHBIE  CAMKH.
BoccranoBnenne JUIUIONIHOCTH MPOUCXOJUT 33 CUET
CIMSHMUSA ~ TpOHyKJIeycoB. Ilpm Tak  Ha3bIBaeMOM
ueHtpanbHoM  ciusiHuM - (central  fusion),  korma
CIIMBAIOTCS TNPOHYKJICYCHI, IOJYy4eHHbIE M3 PAa3HBIX
BTOPHYHBIX OOLIUTOB (HE CECTPUHCKUE XPOMATHBI), BCE
NOTOMCTBO OyneT HMeThb TIeHoTHn Marepu. Ilpu
TepMUHATBHOM chustHuM  (terminal — fusion), xorma
CIIMBAIOTCSl TPOHYKJICYChI, MOJYYEHHbIE W3 OJHOTO H
TOTO )K€ BTOPHYHOIO OOLUTA (CECTPUHCKHE XPOMAaTHIIbI),
MOJIOBUHA  MATEPMHCKOTO  TEHOTHIIA  TepsieTcs W
MOTOMCTBO OyZleT TOMO3HWTOTHBIM IO BCEM JIOKyCaMm
[Baudry et al., 2004; Cole—Clark et al., 2017]. [TockonbKy
[I0J1 Y MEIOHOCHOHM MY€Jbl KOHTPOJIMPYETCS alIeIbHOU
kombunarueir oxanoro rexa csd [Beye et al., 2003], to
MOTOMCTBO ~ OT  TEPMHHAIBHOTO  CIUSHUA ~ Oyjer
Hexu3HecrocoOHo.  Tarke  BO3MOXKHO — cily4yailHOe
ciusiare (random fusion), TP KOTOPOM IEHTpPAIbHOE H
TEepMHHAJIBHOE CIUSHUE IMPOHYKIICYCOB IPOUCXOAUT C
paBubiM cooTHomenuem [Adachi—-Hagimori et al., 2008].
ABTOMHKCHC OOHAapyKeH y psaa BumoB Formicidae
[Doums et al., 2013; Rabeling et al., 2013; Kellner et al.,
2013].

OHIOCUMONOHT—MHIYLIMPOBAHHAS  TEIUTOKHS
xapaktepHa s Haacemeiicte  Chalcidoidea wu
Cynipoidea [Adachi-Hagimori et al., 2008; Nugnes et al.,

2015; Ma et al, 2015]. DHI0CUMOHOHTBI
BOCCTAHABJIMBAIOT I[UIOWAHOCTH IMYTEM JIYIUTHKAIAH
raMeT: Mocie MeHOTHYECKOW AYIJIMKAIMH TaMeThl

Oaktepun mpephiBaroT anadasy | u B saupe ocraroTcs aBa
UICHTHYHBIX TAIUIOUIHBIX HA0Opa XPOMOCOM.

Mexay — CYMIECTBYIOIIUMH  TE€HETHYECKUMHU
cucTeMaMH 4acTo HaOironarorcst nmepexozpl. Hampumep,
B ciydae (paKkyIbTaTHBHOH TENMHTOKHMH OOpaboTKa
AHTHOMOTHKAMH WIIH BBICOKOW TEMIEpPATypOil HPUBOIUT
K 00braHOM apperoTokuu [Schneider et al., 2003; Nguyen
et al, 2013]. Cuuraercs, dYTO TaILIOAUILIOUIHOCTD
BO3HHUKIA K3 aurutoguiuionaHoctr [Normark, 2003]. B
TIOJIB3Y 3TOTO TIPEIIOI0KEHUS TOBOPHUT
¢unoreneTnyeckuii ananm3 13113 BHUIOB HACEKOMBIX U3
30 oTpsIOB, KOTOPHIH TOKa3aj, YTO MPEAKOBOH hopMoii
OTIPE/ICIICHUST TI0JIa SIBIIACTCS JMILIOUILIONJIHOCTE C
MYKCKO# rereporameTHoCcThiO [Blackmon et al., 2016].
TarutoumonHoCTh UMeeT cemb [ROSS et al., 2019], a
mo gpyruMm gadHeiM - gecats  [Normark,  2003],
HE3aBUCUMBIX IIyTeH TPOUMCXOXKICHNS BHYTPH Kiacca
HACEKOMBIX.

OBoronus Hymenoptera npuBeia K
(hopMHUPOBAHHIO pa3HO0Opa3HBIX MEXaHU3MOB
OTIpe/IeNIeHHs 10J1a, KOTOPBIE MOTYT BaphbHPOBAThH JaKe B
mpefenax oOXHOro pojaa. Takoe pasHOOOpaswe Ioia—
OIPEJEISIONIMX MEXaHU3MOB MOTJIO CTaTh IPHYMHOU
BBICOKOTO BHIOBOTO Pa3HOOOpa3us MepernoHIaTOKPBLUTBIX
HACEKOMBIX.

Kacxan MOJ—ONPEACIAIIINX 'CHOB M UX IBOJIIOIIUA

OnpezleneHne moJjla 3aBHCUT HE TOJIBKO OT
MOJIOBBIX XpOMOCOM, TalJIOWAHOCTU WKW J030BOTO
addekta xpomocoM. Ha mpumepe Takux MOJIECIBHBIX
opranmsmoB kak Drosophila melanogaster, Apis
mellifera, Nasonia vitripennis u Bombyx mori, 6suio
TIOKa3aHO, YTO C PAa3BUTUEM MOJICKYISIPHO—TECHETHICCKUX
TEXHOJIOTUH BBISBIAETCS 0OJIEE TOHKasg M CIOXKHAS
OpraHu3anys MEXaHU3MOB, PETYIUPYIOIIUX ONPEICIICHIE
noJia u moJioByto auddepenimanuio [Xu et al., 2017; Sun
et al., 2017; Nagaraju et al., 2014; Ledon-Rettig et al.,
2017; Shukla et al., 2012; Verhulst et al., 2010a; Roth et

al., 2019]. Onmnpenenenne 1moONa y  HACEKOMBIX
XapaKTepU3yeTcs KacKazoM [€HOB, KOTOPBIH
KOHCEPBATMBEH B OCHOBAHMH, HO WMEET pasHbIe

NepBUYHBIC CHUTHANBI Ha BepinuHe Kackama [Graham et
al., 2003; Saccone et al., 2011; Verhulst et al., 2014]. YV
HACEKOMBIX, BKJIIOYas JABYKPBUIBIX (MYXH W MOCKHTHI),
NIEPETIOHYATOKPBIIBIX  (MypaBbH, I4YENbl, OCBl |
MWIWIBIIMKA) W YellyeKpbUIbIX (0aboYkM W MOJIN)
caMbIlM HIKHAM B KacKaJe TC€HOB SfBIAETCA TIC€H-
nepextouatens doublesex [Shukla et al, 2010]. Ero
«upstream» perysstop reu transformer mpucyrcreyer y
HacekOoMbIX oTpsaga Hymenoptera, Coleoptera u Diptera
[Gotoh et al., 2016; Verhulst et al., 2015], Ho 1o cux nop
He oOHapyxkeH y oTpsma Lepidoptera m B 0a3aibHBIX
mHusx Diptera [Geuverink et al., 2014].

Cpean mepenoHYaTOKPBIIBIX HACEKOMBIX MOJ—
OIpe/IeNSIFOLIMI KacKa] Haunboyee MOJHO u3ydeH y Apis
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mellifera u Nasonia vitripennis [Biewer et al., 2015;
Beukeboom et al., 2007; Verhulst et al., 2010a]. V
MEIOHOCHOW IT4eNbl, KoTopas Xapakrepusyercs CSD,
MOJI—OIPEACISIONINN Kackajl COCTOUT M3 YETBIPEX T'€HOB
(puc. 1): doublesex (dsx), transformer2 (tra2), feminizer
(fem) u complementary sex determiner (csd) [Biewer et
al., 2015]. ¥ Nasonia vitripennis u Asobara tabida, ms
KOTOPHIX ObLIa mpearnonokeHa moaeinb MEGISD, kackan
BKJrouaer Tpu rena: doublesex (dsx), transformer2 (tra2)
u transformer (tra) [Geuverink et al., 2018].

MonexkynspHbIM MEPEKIIIoYaTesieM B OCHOBAaHUU
KackaJa TIOJ—ONpPENeNIONINX TeHOB Y OONBIINHCTBA
HACEKOMBIX sBJseTCs TeH dsX. DSX orTHocHTest K
cemeiicTBy Dmrt reHOB, KOTOpBIE OTBEYAIOT 3a MOJIOBYIO
IuGPepeHINAIINI0  MICKOMUTAONINX, HACEKOMBIX U
Kpyribix uepseit [Matsuda et al., 2002; Bratus et al.,
2006; Zhang et al., 2006]. On oOHapyXeH Yy HACEKOMBIX
n3 7 OTpSOOB, OJHAKO TOJHOE (UIIOTeHEeTHYEeCKoe
pacmpezienieaie TeHa (SX BHYTPH Kilacca HEHU3BECTHO
[Price et al., 2015; Geuverink et al., 2014]. Ha nauns1i
MOMEHT CpPEeH MEePEeOHIATOKPBIIBIX OH O0HApYXKeH y 41
Buga w3 14 cemeiictB (http://www.orthodb.org), a ero
IpearnojaraeMple OpTOJIOTH BCTpedaroTcs Bo Bcex 30
oTpsizax HacekoMsix [Price et al., 2015].

n 2n

| |

csd OFF csd ON+Amtra2

| l
Amlffa-? femF mRNA -
|
Amdsx M fem protein --
| |
male Amdsx F

l

female

“dooy
Asoyeinbasony

Pucynox 1. Cxema mon—omnpenemnsionero Kackaaa reHoB
Apis mellifera
Figure 1. Scheme of the sex-determining gene cascade of
Apis mellifera

T'en dSX cOCTOMT U3 3aBUCUMOro OT moja DM-—
JIOMEHa, KOTOPBII €CTh y BCEX IeHOB ceMericTBa Dmrt, u
nos—crerduaaoro OD2 momeHa, KOTOPBIA XapaKTepeH
st reHa dsx u ero oprojoros [Hodgkin, 2002]. DM-
JTOMEH COCTOUT u3 IIUHK—3aBUCHUMOT'0 JIHK-

CBSI3BIBAIOIICTO JOMCHA W JOMEHA OJIATOMCpPHU3AINH
ODI1. OD2 nomeH conepXUT He criennUYHbIA IS oJia
N-xormenr m mon—crenuduuasiii C—koHen [Narendra et

al., 2002; Cho et al, 2007]. Tem dsx sBisercs
TPAHCKPHUIIIUOHHBEIM  (akTopoM downstream TEHOB
KacKasla, KOTOPBIH  perynmpyer pa3BUTHE  I10JI—

cnenn(UYHBIX TPHU3HAKOB, TaKWX Kak Mopdoorus,
npou3BozacTBO (epomonoB u mosenenue [Shukla et al.,
2010]. OH KOHTpONHMpYeT pa3BUTHE MOJIOBBIX OPTaHOB
[Roth et al., 2019]. IIpu Bo3xeiicTBuu rena transformer
OH TOJIBEPraercsi ajlbTePHATUBHOMY CIUIAHCHHTY B IOJI—
cnennuuabie BapuaHThl [Geuverink et al, 2014]. V
ME/IOHOCHOW TUeIbl OBIIO BBISBIEHO YETHIPE M30(OPMEI
dsx — dsxM (myxckas), dsxF1 u dsxF2 (;xenckue), dsxB
(o6mas). ITo Bceit BepositHOCTH, DSXB HE urpaer ponu B
OIIpEJEICHUH 1I0J1a, MOCKOJIbKY 3KCHPECCUPYETCsl KaK y
MYXCKOT0, TaK u sxerckoro moisia [Cho et al., 2007]. [Ise
KEHCKUE M30(OpMBI OTIMYAIOTCS CAWTOM TEPMUHALUH
TpaHckpunuuu. Torma kak pasmmume Mmexay dsxFl u
dsxM 3akiroyaercs B MPOIYCKE OJHOTO U3 CEMHU SK30HOB
MpH TPAHCKPHUIIIUN B MYXKCKoH wm3odopme. [pyras
xKeHckas m3odopma dsxF2 oTmudaeTcs OT MY»KCKOM
nocienoBarenbHoCcThi0 3'-koHIa [Cho et al., 2007]. ¥V
ocer Nasonia vitripennis o6uapyxeHs! 1Be H30HOPMBI —
Mykckas u okeHckas [Oliveira et al, 2009]. VY
mmmibinnka Athalia rosae BeisBIEHO TpH MyKCKHE
(ArdsxM1, ArdsxM2 wu ArdsxM3) u Tpu IKeHCKHE
(ArdsxF1, ArdsxF2 u ArdsxF3) m3odopmsr [Mine et al.,
2017]. Pesynbrarel, momydeHneie Cho et al. [2007],
CBHJIETEILCTBYIOT O TOM, YTO Y IIPEJKOBBIX HACEKOMBIX C
MOJIHBIM TIPEBPAICHHEM JKeHCKas (opma dSX sBISUIACH
¢dopmoii mo  ymonuaHuiO, a Myxckas Qopma
TeHepHpOBaJach  IIyTeM  [OJABIECHHA  CIUIaiicHHTra
XKEHCKOW (OPMBI.

Transformer — chexyromuii TeH B MOJ—
OIpeIeISFOLIEM Kackase, Pperynmpyomuii
TpaHCKpUMIHo dSX. Tra MpUHAMICKUT KIacCy apTHHUH—
cepmHOBBIX (SR)—0€nKOB ¥  CONEPKUT HECKOIBKO
KOHCEpBAaTHBHBIX  JOMEHOB, OJMH U3  KOTOPBIX
pacrpocTpaHeH TONBKO CPeO ABYKPBUIBIX HACEKOMBIX
(«the dipteran domain»), a &apyroil — TOJNBKO cpeau
nepernoHYaTokpeutbix («the hymenopteran domainy)
[Tanaka et al., 2018]. ®yHKIHA STHX TOMCHOB OCTacTCS
neussectHO# [Verhulst et al., 2010b; Tanaka et al., 2018].
SR—munentuasl Heoboxomumbl mius JHK-—cBs3siBaromeit
¢bynkuumn  Oenka tra  [Eirin—Lopez et al, 2015].
Honcnemmnduyneiit crumaticuar MPHK tra mpowmcxoant
ITyTeM JIBTEPHATUBHOTO CIUIAMCHHTa, 110JUIEPKUBAEMOTO
aBTOPETYIATOpHOM metrieit [Sawanth et al., 2016]. s
OOJBIIMHCTBA BUJIOB HACEKOMBIX HaJIN4Ue
¢GbyHKIMOHATBHOTO Oesika tra Ha paHHEH CTaguu
SMOPHOHAIBHOTO PAa3BUTHSA HEOOXOAMMO [UIS Pa3BHTHS
skeHckoro mosa [Verhulst et al.,, 2010b; Saccone et al.,
2011]. INom—ompenenstomas GyHKIH tra 3aKirodaeTcs B
HampaBiieHnu ciutaiicuara npe-MPHK dsx B Oenok dsx,
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cnenuUIHbIA I JkeHckoro nosa. bes tra mpe-mPHK
reHa dSX mojBepraeTcs CIutaiicHHry, crieluGUIHOMY JUTs
MYXCKOTO T10J1a. DTO MOATBEPKAAIOT SKCIIEPUMEHTHI 110
PHK wunTepdepeHIny TpaHCKpPUITOB TeHa tra — mpu ux
MOJABJICHUN TIPOMCXOAUT Pa3BUTHE MYXKCKOTO TI0JIa
[Hasselmann et al., 2008a, Verhulst et al., 2010b; Liu et
al, 2015]. Perynmsamms cmaiicuara  TeHoM  tra
obecrieunBaeTcst SR—nomenoM myTeM ero
B3aUMOJICHCTBUS C APYrUMH Oenkamu, umerormmmu PHK—
CBS3BIBAIOIIME JIOMEHBL, Hampumep Kkak tra2. Tra
SIBIIICTCSI HAnOO0JIee OBICTPO IBOJIFOIMOHUPYIOITUM T'EHOM
noJ—omnpezaestoniero kackana [Eirin—Lopez et al., 2015],
YTO 3aTPYAHSET MOWUCK €ro OPTOJIOTOB CPEId pPa3HBIX
BHUJOB HaceKOMbIX. OIHUM U3 OpPTOJIOTOB tra sBiIseTcCS
ren fem y A. mellifera. Tlpeamonaraercsi, uro tra
SIBIISIETCSl  TPEIKOBBIM Yy HAaceKOMBIX C  IOJIHBIM
NIPEBpaIllEHNEM HA OCHOBE €ro OOMmMX J/JOMEHOB H
KOHCEPBaTHBHBIX IPHU3HAKOB aBTOPETY/SIIMU M IIOJI—
cnenu(puIHOTOo cIUIaiicuHra. Hynnukanuu tra
00Hapy)XMBAIOTCSI B OTHENBHBIX CEMEHCTBaX BHYTPH
otpsaga Hymenoptera, mist xoTtopeix xapakrepao CSD
[Geuverink et al., 2014].

e tra2 smisercs BaXHBIM 3BEHOM B MOJI—
OTIpENIETSIIONIEM KacKaJe Yy MHOTHX BHJOB HAaCEKOMBIX
[Burghardt et al., 2005; Geuverink et al., 2014; Nissen et
al., 2012]. TTo cBoeii CTpyKType OH OIM30K TeHy tra — oH
COCTOUT u3 PHK—cBs3b1BatoI1ero JIOMEHA,
(JIaHKMPOBAaHHOTO APTMHHH—CEPUHOBBIMH ~ Y4aCTKaMHU.
Hoknayn wuccnenoBanust tra2 mokasad €ro poijib B
sMOpuoHaibHOM pa3Butuu Hymenoptera u Coleoptera,
HO He y npencraBureneii Diptera u Lepidoptera. I'en tra2
cunTaercs 0Ooyiee KOHCEPBAaTUBHBIM TI'€HOM, 4YeM (ra, B
CBSI3U C TEM, YTO €TI0 TOMOJIOTH IIPUCYTCTBYET Y BUOB, Y
KOTOPBIX OTCYTCTBYeT {ra wm ero opromoru. Tra2
HE00XOAUM /ISl HOPMAJIBHOTO Pa3BUTHS MYXKCKOTO TI0J1a
y Nasonia vitripennis [Geuverink et al., 2014]. Hoxnayn
HCCIENOBaHMs IMOKa3aad, 4ro reH AmTra2 HeoOXxoauM
mns cromaiicmara  MPHK  downstream rema fem B
MPOJAYKTUBHYIO JKEHCKYI0 WJIM HE pEelnpoayKTHBHYIO
MyXcKyro ¢opmy [Schurko et al., 2013; Geuverink et al.,
2014]. Y MenoHOCHO ueltbl TpaHCKPHIITHI reHa AmTra2
MOJIBEPraroTCs MoJ—Hecnenn(pUIHOMY allbTEePHATUBHOMY
CIVIAMCHHTY ¥ TPaHCIUPYIOTCS B IIECTh OEGIKOBBIX
nzodopm. benkn AmTra2 perynupytor crulaiicuHr mpe—
MPHK fem u siBisitoTcst HEOOXOMUMBIMH PEryIsTOPAME
crutaiicunra xeHckod Gopmbl Amdsx, 4To yKa3bIBaeT Ha
TO, 49TO 1ra2 sBisfeTcs MPEAKOBBIM y HACEKOMBIX C
NOJIHBIM TIpeBpalieHueM. Taike reH Amtra2 wurpaer
Ba)XKHYIO POJIb B SMOpPHOTEHE3€E TUEII, KOTOpasi HE CBsI3aHa
¢ onpenencHreM nona [Nissen et al., 2012].

len fem sBasercs opromorom rena tra. O
MIPUHAUICKUT CEMEHCTBY aprMHHH—CEPHHOBBIX OEIKOB U
MOIEP>KUBAET PA3BUTHE KEHCKOTO I10J1a B T€UCHUE Beeil
KHU3HA HACEKOMOTO dYepe3 IIOJIOKHUTENbHYI0 OOpaTHYIO
netsro. /il HaCeKOMBIX SIBIISIETCS] XapaKTEPHBIM ydacTHe

B PETY/SIIMM 3KCIPECCHH TEHOB IIOJI-OIPEACIISIONIETO
kackazna (takue kak, fem y Apis mellifera, Sex-lethal y
Drosophila melanogaster, tra y MHOrHX JBYKPBUIBIX,
KYKOB M TEpENOHYATOKPBUIBIX)  IIOJIOKHUTEIBHOM
aBTOPETYIATOPHOM TeTnu craiicuara [Sawanth et al.,
2016]. PHK-untepdpepenuus rena fem y camok Apis
mellifera mpuBoANT K Pa3BUTHIO MYKCKOM TOJIOBBI, TOT/Ia
kak y camioB PHK-mHTepdepeHIns HE NpPUBOIUT K
KaKUM-I1100 U3MCHCHUAM B CTPOCHUU T'OJIOBBI
[Hasselmann et al, 2008a]. Myrarun B rene fem,
UHAYIHUPOBAHHBIC npu IIoMo1u TEXHOJIOI'UHU
CRISPR/Cas9, BbI3Banu MEpeKIiOYeHUE Pa3BUTHS IOJa
OT XEHCKOTO K MY)KCKOMY. DTO IPOU30LLIO [TOTOMY, 4TO
CaMKH, MyTaHTHbIe mo fem, morepst KeHCKHE
n30(opMsI dSX, TOCKOJIBKY Y MEIOHOCHO# IT4eltbl reH fem
HEOOXOJMM ISl TMOJI-Crenu(UIHOro crutaiicudra dsx
[Roth et al., 2019]. ®yukuus rena fem y poma Apis u ero
oprosiora tra y JpyrMX HAaceKOMBIX 110 KOHTPOJIIO
MOJIOBOTO PA3BUTHS W PETYISIUH albTePHATUBHOTO
crutaiicuira dsX sIBISIeTCS MPEAKOBBIM CPEIH HACEKOMBIX
¢ nosHbeIM npespainerreM [Gempe et al., 2009]. I'en fem
y Apis He umeer PHK-pacmosuaromiero momena. Ero
OTCYTCTBHE KOMIICHCHPYET I'eH tra2, KoTopblii BMECTe C
reiom ¢sd (cM. HHKe)  OOECIEYHMBAIOT  IIOJI—
cietmbuunblii crmaiicuar MPHK fem [Biewer et al.,
2015]. Teum fem »sBomOIMOHMPOBAT TOX JEHCTBHEM
OTPHIATEIFHOTO OTOOpa M SIBJISIETCS. KOHCEPBATUBHBIM
MPEIIIECTBEHHUKOM, OT KOTOPOrO BO3HHK TeH CSU mocie
JIMBEPTEHIINH O€3KaJIbHBIX YN (METUIIOHUHBI), IIMEIICH
U MEJOHOCHBIX muen (okono 70 MiIH. JeT Hazam)
[Hasselmann et al., 2010; Koch et al., 2014; The
Honeybee Genome Sequencing Consortium, 2006].

Ien €Sd, mepBUYHBINA CHTHAI OTIPEIEIICHHUS TI0JIa
y mnpexncraButeneid Apidae, BO3HHK B pe3yibTare
AYIUIMKaUKU T'€Ha fem U TAKXE OTHOCHTCS K CeMeﬁCTBy
apruHUH—CcepuHOBBIX OenkoB [Beye et al, 2003]. Csd
COJICP)KUT TurepBapradesnbHblii yuactok (hypervariable
region, I'BY), xotopsri cocroutr 3 AT—oOorameHHBIX
HYKJIEOTUIHBIX IIOBTOPOB U KOJAUPYET NPEUMYIIECTBEHHO
TUPO3MHOBYI0 M aclapariHOBYK) aMUHOKHUCIOTHL. ['BY
(yaHKMpOBaH  AprUHMH—CEPUHOBBIM WM TPOJIMH—
o0oraiieHHbIM JOMEHAMH, KOTOPbIe IPUHUMAIOT y4acTHe
B MEXKOCITKOBBIX B3anMoieiicTBusx [Zareba et al., 2017].
I'BY sdBnsercd MyTallOHHON «ropsiuell TOYKOH» U
WUTpaeT OCHOBHYIO pOJIb B (OPMHPOBAaHMM HOBBIX
autenedi ¢sd [Lechner et al., 2014; Wang et al., 2012;
Zareba et al., 2017]. T'en csd Taxke 0O6HapyKeH y IPyrux
BUJIOB IYen U3 poja ApIS: y a3uaTckoil myensl A. cerana
[Cho et al., 2006; Hasselmann et al., 2008; Gloag et al.,
2016], rurantckoii memoHocHo# muenst A. dorsata [Cho
et al., 2006; Hassellmann et al., 2008; Liu et al., 2012],
KkpacHoii kapnukoBo# muenst A. florea [Liu et al., 2011;
Biewer et al., 2016] u depHoO# ruranTckoi myensr A.
laboriosa [Wang et al., 2013]. V mmenei
GbyHKUMOHANBEHYI0 poib CSd BemmonHser reH feml,
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OJIHAKO OHH, BEpPOSATHO, HE SBIIOTCS OPTOJIOTAMH,
MOCKOJIbKY HMMEIOT HE3aBUCHMOE IPOMCXOXKICHUE OT
reHa fem. T'en csd cumrtancs nperKoOBEIM T'€HOM, OJHAKO
nonHorenomMublii ananu3 A. mellifera noxasan, uro ren
csd BO3HMK B pesyabTare IyIUIMKANWHd TeHa fem
[Hasselmann et al., 2008a]. Tewst feml wu csd
HEOJHOKPaTHO BOZHUKAIM 4Yepe3 NYIUIMKAIMIO T€HOB Y
mMened, mn4yen W MypaBbeB 3a mnociegHue 100
musutnonoB JieT [Koch et al., 2014]. Jlnst apyrux BHIOB
Hymenoptera mammaune CSD mpenmonaraercss TOJBKO Ha
OCHOBE JIaHHBIX 110 COOTHOIICHHIO TI0JIOB MJI Ha OCHOBE
IUTOJIOTMYECKUX HuccaenoBanuii [Butcher et al., 2000;
van Wilgenburg et al, 2006]. Ha ocHoBe
CPaBHHUTEIILHOTO aHajm3a HOCJIE/IOBATENILHOCTEH
TPAaHCKPUNTOB ¢sd 'y pasHbIX BHIOOB M4YeNl ObLIO
MIPEAIOJIOKEHO, YTO TeH ¢sd BO3HMK IpuMepHO 10 MIIH.
JeT Ha3alx 0 AWBEPreHIMH BHIOB MEJIOHOCHOW ITYEIBI
BCIICNCTBHE  TaHACMHOM  AyluiMkaiu reHa  fem
[Hasselmann et al., 2010; Koch et al., 2014; Miyakawa,
Mikheyev, 2015]. T'en fem, B cBor odvepens, sBiIsAETCS
OPTOJIOTOM reHa tra - TJIaBHOTO HoJI—
nerepmunupymoniero resa y Drosophila melanogaster
[Cristino et al., 2006; The Honeybee Genome Sequencing
Consortium, 2006; Verhulst et al, 2010b], Ttaxxe
CoJiep)KallluM ~ apTHHUH—CEPHHOBBIM NOMeH. [eH csd
MOKa3bIBa€T YMEpPEHHYI0 TOMOJOTHMIO K TreHy tra
[Hasselmann et al., 2008b; Hasselmann et al., 2010].

UccnemoBannio reHa €SO mocesimieHa cepust
pabor maboparopun Beye [Beye et al, 1994-2013]. B
1994 rony, B NOMBITKE KapTUPOBATh MOJ—OMPEACIISIOMNN
X-JIOKyC, OHH TOJYYHJIN CLCIUICHHBIH C HUM Z-MapKep
[Beye et al., 1994; Beye et al., 1996]. OnHOBpeMEHHO ¢
HUMH pabOTHI HAJl KAPTUPOBAHHEM I'eHa CSU MPOBOAMIN B
CLIA Hunt u Page (1994). Onu BeisiBum RAPD mapkep
Q, cuemennsii ¢ X-nokycom. B 1999 rpymmoit Beye et
al. ObUIM mONY4YCHBI (IAHKUPYIOIIHE MapKephl JUIs
(dbparmMeHTa MoJI-ONMpeesIAIOIero JIoKyca pasmepoMm 360
kb [Beye et al, 1999]. B 2001 rogy Ha OCHOBE 3THX
JaHHBbIX METOJOM XpOMOCOMHOfl MPOTYJIKH, UCIIOJIb3Yys B
KauecTBe crapToBoii Touku Mapkep Q [Hunt, Page, 1994],
Hasselmann u fp. BBINOJHWIN TOHKOE KapTUPOBAaHHUE
nokyca moja (fine-scale mapping) [Hasselmann et al.,
2001]. Ot paboTHI cTajdM OTIPABHOM TOYKOH JyIs
NanbHENIINX UCCICHOBAHUN HE TOJBLKO reHa €Sd, HO u
JOPYTUX TEHOB U3 MOJI-ONPENeISIOIEero Kackaia.

3akaiodyeHue
00pa3oM, OCHOBHOW TE€HETHYECKOU
cucTeMoi y ITepenoHYaTOKPBUIBIX SIBJISIETCS
TaIIOQUILIONIHOCTE. [IpH STOM ompeneneHHe Ioja
KOHTPOJIMPYETCS HEpapXU4YHLIM KacKaJoM TI€HOB, TJ€
TepBUYHBIN cUrHaN (Harpumep, ¢sd y poxa Apis u feml y
poxa Bombus) samyckaer skcmpeccHO MOCIESIYIOLMIMX
downstream renoB. IlocmemHuM W TIaBHBIM TCHOM B
Kackage y OOJBIIMHCTBA  HACEKOMBIX  SIBIICTCS

Takum

doublesex, orBeuarommii 3a (QopMHUpOBaHHE MOJI-
crienuYHbIX Npu3HakoB. HambGounbiiee pasHooOpasue
WMEeT TICPBUYHBIA CHTHAJ, TEHETWYeCKas CTPYKTypa
KOTOPOTO Ha JaHHBIH MOMEHT OIpe/ie/icHa TOJIBKO ¥ ApIS
u Bombus. Ciio)HOCTh B TIOMCKE TEPBUYHBIX CHTHAIOB
IIOKa3bIBAET, YTO OHHM BapbUPYIOT HE TOJBKO MEXIy
TaKCOHAMH, HO OTIMYAIOTCA JaXXe y OJMM3KUX POIOB, KaK
9TO TMOKa3aHO I MENOHOCHBIX I4ed W mMeneil. B
OTJIMYHE OT MEPBUYHOIO CHUrHala, downstream ren
kackaga (dSX) KoHcepBaTMBEH W (HOPMHpYET TIOJI-
crnienuuIHbIe n30(QOpMBI. I'ensl u3 HoJI-
ompeensonero kackazna (takue kak fem, tra, tra2, dsx)
HE TOJIbKO YYacTBYIOT B OIpENENCHUH I0jla, HO |
NOJJIEP)KUBAIOT Pa3BUTHE TOTO WJIM MHOTO T[0Jia B
TEYEHHE BCEH JKU3HM HACEKOMOTO TMPH IOMOIIU
MOJIOXKUTEILHON 00paTHOH memin crutaiicuura. Hammuue
MTOJIOKUTEITFHON OOpaTHOM TETIN W albTePHATHBHOTO
CIUIAliCMHIa B IOJI-ONPENEINSIONEM KacKajie SBISIETCS

ere OJTHIMH XapaKTEePHBIMH qepTaMu
NePEenOHYaTOKPBLIBIX HACEKOMBIX, MOMHMO
TarIoAUIIONAHOCTH.

YcraHoBneHue MOJI—OIIPEACIISIOIIET0
MeXaHW3Ma Yy Ppa3HbBIX BUAOB IEPEIOHYATOKPBIIBIX
HaCEKOMBIX Ba)XHO HE TONBKO C TOYKH 3pEHUS

(hyHIAMEHTAILHOW HAYKU, HO HEOOXOIUMO TAaKKe W JUIS
MPAaKTHYECKOTO HCIONb30BaHus. Hampumep, B wemsix
OMOJIOTUYECKOTO  KOHTPOJII ~ BPEIUTENCH  CEIbCKOTO
XO03sICTBA, JUTSt MO IICPIKAHUS TCHETHYECKOTO
pasHooOpa3usi MOMyJNSAMHA MEIOHOCHOM MUeNbl H ISt
pa3BelicHUs B J1a0OPATOPHBIX YCIOBHSX —IOJIE3HBIX
mapasutonaos [de Boer et al, 2012; Koukidou et al.,
2014].

Ha ceromHsmHuil A€Hb aKTyalbHBIM OCTAaE€TCS
MOKCK T€HOB, SBJSIFOIIMXCS MEPBUYHBIMH CHTHAIAMH B
MOJI-OTIPEACIIAIONIEM KacKaae y MeperlOHYaTOKPBLUIBIX
HACEKOMBIX, U YCTAHOBJICHUE UX MEXaHU3Ma JeUCTBHS HA
downstream renpl. OJHUMH W3 OTIPABHBIX TOYEK MPU
9TOM sBJISIIOTCSL camu downstream TeHbI, TOCKOJIBKY Ha
MpUMEPe MEJIOHOCHOM MYEIIbl U IIMEeJIeH ObLIO MOKAa3aHo,
yro mepBuuHble curHamsl (€Sd u feml) BosHMKIM B
pesyabTare ayminkaimu downstream rexa fem.

Pabora BBIIIOJIHEHA pu (burHaHCOBOI
moanepkke rpanta PODU-TToBomkse Ne 17-44-020648
u roc3ananus AAAA-A16-116020350026-0.
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