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UccnenoBaiin HapyllleHUs] pa3BUTUSI KJIETOK 3apOBIIIEBOTO MyTH, HabJlomaeMble TIPU CKpeIIMBaHUUN
onpeneJIeHHbIX TMHUM Drosophila virilis u mpuBoasinue K cuHapomy rudbpunHoro aucreHesa (D). ITomsp-
HbIe KJIETKU U 3apOJIbIIIEBbIC KIETKH TOHA AETEKTUPOBAIU C TOMOILIBIO CITEIM(PUUESCKUX aHTUTEN K OCJIKY
Vasa. [Toka3zaHo, 4To HapylIeHUsI HOpMaJIbHOTO (DOPMUPOBAHUS TIEPBUYHBIX TOHA HAYMHAIOTCS yKe Ha
11-12 ctaguu pa3BUTHSI SMOPUOHA, a MTOCJICACTBUSI THOEJIU 3aPOIbIIIEBBIX KJIETOK IPOSIBJISIIOTCSI B HApYIIIe-
HUM pa3BUTHS TOHAI HA BCEX ITOCTEMYIONINX CTAAUSIX OHTOTeHe3a MUCTeHHBIX THOpHIoB. [TokazaHo Bpemst
HayvaJjia ru0esiv KJIETOK 3apOoJIbIIIEBOro IMyTH B BMOPHOreHe3e, a TaKXKe BpeMs Havyajia TPAHCKPUIILIUM pe-
TpoaneMeHTa Penelope, urparoniero, Kak mpearnojiaracTcst, BaXKHYIO POJIb B Pa3BUTUM CUHAPOMAa THOPUITHO-

ro nucrenesay D. virilis.

Knarouesvle cnosa: TMOPUIHBIN TUCTEHE3, TTOJSIPHbBIC KIeTKU, Penelope, D. virilis.

MobuiabHbIe 271eMeHThl (MB) coCTaBisIIOT 3HA4YM-
TesbpHyI0 yacTh JIHK Bcex m3yyeHHBIX oprann3moB. Ox-
HaKO CMIOHTaHHbIE TPAHCMO3ULIMKM M D B reHOMe JeTeK-
TUpYyIOTCs KpaiiHe penko (Paquin, Williamson, 1984;
Strand, McDonald, 1985). IToatomy 0co0bIii nHTEpEC
MPEICTaBIIIIOT CTydaur, Korma MD BEIXOIST 13 IT01 KOH-
TPOJIsSl TeHOMA XO3sIMHA, MPeTepreBaloT TPAHCITO3UIIIO
M “pacrpbITUBaIOTCs”’ TI0 TeHOMY. SIBJIeHMe TMOPUIHOTO
nucrenesa (I'1), onrcaHHoe BnepBbie y D. melanogaster,
OTHOCUTCSI MMeHHO K TakuM ciydasMm (Kidwell et al.,
1977).

B HacTosiiiee BpeMs omnuvcaHbl TPU HE3aBUCHMBbIE
cucTeMbl TMOpUHOTO AucreHes3ay D. melanogaster v ofi-
Ha cucteMa avcrenesa y D. virilis (Picard, 1976; Kidwell
et al. 1977; Yannopoulos et al., 1987; Lozovskaya et al.,
1990). B tpex cuctemax I'/l y D. melanogaster aktuBupy-
eTcs ToIbKO onuH MO (P, I unu hobo), B TO Bpemsi Kak y
D. virilis mporucxoauT MOOWIM3aLs HECKOJIbKMX He-
POACTBEHHBIX MB, OTHOCSIIMXCS K pa3HbIM Kjlaccam
(Evgen’ev et al., 1997). B nmocnenHee BpeMsl TTOBbILIEH-
HbIU MHTepec K MO cBsi3aH ¢ OTKpbITUEM siBjieHuss PHK
nHTepdepeHnn, a MeHHO si- n piPHK, Kotopbie ur-
ParoT BaXKHYIO POJib B PEryJIsSILIMA TPAHCKPUIILIMUY U T10-
aBrkHOCTM MO B reHoMe (Aravin et al., 2007; Chung
etal., 2008; Czech et al., 2008). Takke mokazaHo, YTO
manble nHTepdhepupyone PHK saBnstorcss BaxKHBIM
snumreHeTn4eckKuM akropoM B cynipeccum Iy D. mel-
anogaster (Brennecke et al., 2008).
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Ha ocHOBaHMU TeHETUYECKUX U MOJICKYISIPHBIX
JAHHBIX €CTh OCHOBAHUS MOJIAraTh, 4YTO BAXKHYIO POJIb B
nposieiieHny cuHapoma L1y D. virilis urpaet perpoaie-
MeHT Penelope (Petrov et al., 1995; Evgen’ev et al., 1997).
HanHbiii MD o0pa3yeT COOCTBEHHOE CyIIEpPCEMEICTBO,
MIPEeACTaBUTENIM KOTOPOTO PacIpOCTpaHEeHbl B BeCbMa
IIMPOKOM CITeKTpe opraHu3MoB (Archipova et al., 2001).
PaHee ObuT10 MOKa3aHO, YTO aTpoUsI TOHAA U CTEPUIThb-
HOCTb TMOPUIOB 000ETO IT0JIa OT AUCTEHHBIX CKPEIBa-
HUH SIBJISIETCS OMHMM M3 OCHOBHBIX mpostBiaeHuit I]1 y
D. virilis (Lozovskaya et al., 1990). Llensio Halreit pado-
TBI ObIJIO YCTAHOBUTH CTA[INIO, HA KOTOPOIl HAYMHAETCSI
Ti0eJIb KJIIETOK 3apOIBIIIEBOIO MyTHU Y SMOPUOHOB OT
JMCTEHHOTO CKpeLIBaHUsI, a TAKXKe MCCIeN0BaTh Bpe-
MsI Havyasia TpaHcKpuriimu MO Penelope, BaxkxHast poib
Kotoporo B I'/l y D. virilis 6blna TToKazaHa HaMW paHee
(Evgen’ev et al., 1997).

MATEPUAIT 1 METOOAUKA

Myxu D. virilis conep>anch B CTAaHIAPTHBIX YCJIO-
Busix Tipu 25°C. JIunus 9 nukoro Tva Obljia roiMaHa B
Barymm (Ipysmst) B 1970 romy, munmst 160 siBisieTcs cTa-
poit 1abopaTopHOI JIMHUEH U HECET CEPUI0 PeLieCCUB-
HBIX MapKepoB Ha Bcex ayrocomax (Lozovskaya et al.,
1990).

Hmmynoeucmoxumuueckuii anasuz. Coop 0—2-4aco-
BBIX U 2—5-4aCcOBbIX SMOPHOHOB ITPOBOAMIIN Ha Yalllkax
¢ 4% arapom, IpOMBIBAIN B (hochaTHO-COTIEBOM Oye-
pe, IEXOPUOHU3UPOBATN B 5% TUIOXJIOPUTE HATPUS U

e
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Puc. 1. ®opMmupoBaHue MEPBUYHBIX TOHAI B HOPMaJlb-
HBIX 9MOpUOHaX JUHUU 9 (@) U AUCTEHHBIX dMOpPHUOHAX
(6) D. virilis, npuBojsilee K pa3BUTHUIO HOPMAJIbHBIX (8) U
peayLUPOBaHHBIX () IMYHUKOB (CTPEJIKOM MOoKa3aH He-
OPa3BUTHIIA TUYHUK).

duxcupoBan B 4% napadopManbaeruae. DMOPUOHbI
WHKYOUPOBAIU C TTOJIMKJIOHATbHBIMU KPOJIUYbMMU aH-
TUTEJIaMU, CIielnprIecKUMHU K 6enKy Vasa, pu 4°C B
TeueHUe HOYM, MCHoJb3ys pasBeaecHue 1 : 1000. Bro-
pUYHbIC OMOTMHWIMPOBAaHbIE KO3bU aHTUTEIA UCTIOJb-
3oBajiv B pa3BeaeHuu 1 : 5000, MHKyOUpYs SMOPHUOHBI B
TeyeHue 1 yaca mpu KOMHATHOM TeMmIiepaType Ha poTa-
Tope. sl ycuiieHus1 CUTHaJIa MOJb30BaJIMCh CUCTEMOM
ABC Vector Kit (Vector Laboratories, CIIIA). Okparim-
BaHWE B pe3yJibTare MepoKCUIa3HON peaklyu pa3Bu-
BaJIOCh 3—5 MUHYT, €ro OCTaHaBIMBaJIM, OTMbIBasi M-
OpuroHHbI (pochaTHBEIM OyhepoM. DMOPHOHBI COXPAHSLIA
B 50% rtnmuueprHe u (oTorpadupoBaiv, WCITOB3YS
Mukpockon Olympus ¢ UMMEPCUOHHBIM OOBEKTUBOM.

Ananuz mpauckpunyuonHoll akmuenocmu. s aHa-
Jm3a skcnpeccu MO Penelope BbIIENSTA TOTATBHYIO
PHK n3 0—2-9acoBbIX 11 2—5-9aCOBBIX SMOPHOHOB C UC-
nosbp3oBaHreM TRIzol (Sigma, CIHIA) pearenra. Kaue-
ctBo nosrydeHHoi PHK ananuzuposanu B 1.2% arapo3s-
HoM rejie. s cunresa K IHK ucnonb3oBanu 1 MKT TO-
tameHOIT PHK mociie ee obpadorkn JIHKazoir (Fer-
mentas, JIutea). OOpaTHYIO TPAHCKPUIILIMIO ITPOBOIM-
JIM C VICTIONIb30BaHMEM CTaHIAPTHOIO Habopa AJIsi CUH-
Te3a nepsoii enu KJIHK Ha ocHOBe ciyJaiiHbIX IIIeCTH -

COKOJIOBA u np.

HYKJICOTHIHBIX 3aTpaBoK (“random primers”) (Fermen-
tas, Jlutsa). [NLIP-anamu3 skcripeccuun MBD Penelope
ObLT BbITIOJIHEH Ha amruiMdukatope MJ MINI (Bio-
Rad, CIIIA) no cnenyromeii nporpamme: 95°C (3);
35 mukiioB npu 94°C (207, 60°C (207, 72°C (30");
72°C (2"). Hcnomb3oBaHHBIe IipaiiMephl: pen397-f5'-
GCGCAGACGTGTAAAATAATGTAGT-3"; pen692-r
5-CGTAGCTCATGTTGGTTGCTGT-3". IIpomyKTbl
TLP-anamu3a ¢paxkimonvpoBamu B 1.5% araposHom
rejiec U peruCTpUPOBAIIU C TIOMOIIBIO TPAHCUJLTIOMUHA-
TOpA.

PE3VJIBTATBI 1 OBCYKAEHUE

C Tex mop Kak BIIEpBBIC OBIJT OTKPBHIT CUHAPOM TH-
OopuaHoro aucreHesa y D. virilis, ObUIO IIOKa3aHO, YTO B
ruopHuIax OT OUCTEHHBIX CKPEIIMBAHUI TMPOUCXOIUT
MOOMJIM3alIMsI HECKOJIBKMX HEPOACTBEHHBIX M D, TaK1x
Kak Helena, Paris, Ulysses u Penelope (Petrov et al., 1995).
OnyH 13 MO, MOOMIM3YIOIINIICS B JUCTEHHOM CKpe-
mBaHUM — Penelope — sIBNSIeTCSI yHUKAJILHBIM B CBOEM
pone. Tak, umest Bcero smiib ogHy OPC, TpaHCIO30H
Penelope xonupyet iBe 6€JTKOBbIe aKTUBHOCTU — 00Opar-
HYIO TPaHCKpUITA3y U 3HIOHYKieasy. Heckoabkumu
IpyIaMu uccieaoBaTesieii ObLIO IToKa3aHo, YTO UMEH-
HO TpaHCHO30H Penelope BHOCUT BaxKHBINM BKJIAM B pa3-
BUTHE CHUHApPOMAa rubopuaHoro mucreHeza y D. virilis,
TIPOSIBJISTIOLIICST TIpU CKPEIIUBAHUM CaMOK JTUKOTO
tuna (uHus 9) ¢ caMmiuamMu JlabopaTopHoil auHuu 160
(Lozovskaya et al., 1990). CnemyeT 3aMeTUTb, UTO TPAHC-
no30H Penelope acuMMeTpUIHO TIPUCYTCTBYET B 3y4dae-
MBIX JIMHUSIX — OH €CTh B JIMHUU 1601 OTCYTCTBYET B JI-
Huu 9 (Petrov et al., 1995; Evgen’ev et al., 1997).

B nanHoi1 paGoTe MbI ITPOIOKIIN ONTUCaHUE Hapy-
IIEHUII TOHAJoTeHe3a, HaOMronaeMbIXx B TMOpUIax OT
JMIUCTEHHBIX CKPELIMBAHWI Ha Pa3HbIX CTaIUSIX Pa3BU-
TUsi. Vcriosib3oBaHue CIIeUM(PUUIECKUX LTSI TTOJISIPHBIX
KJIETOK aHTUTEN Vasa ToKaszano, 4yTo yxe Ha 11-12 cra-
I, 9TO COOTBETCTBYeT 7—13 Yacam smOpmoreHesa
D. virilis, B nucreHHbIx aMoprioHax (30—50% B 3aBrcH-
MOCTHU OT BKCIIEPUMEHTA) YMCIIO 3apOIbIILIEBbIX KJIETOK
3HAYUTEJILHO MEHbIIIe, YeM B HopMe (puc. 1a, 0). [1poii-
ISl 4epe3 CTEHKY 3ayarka CpeqHEeW KUIIKU, MOJsIpHbIe
KJIETKU TI0 TIyTH K MecTy (hOpMUPOBAHUS MTEPBUYHBIX
TOHaJl TIpETepIieBalOT AECTPYKTUBHbICE W3MEHEHUS U
paspyuialorcsi. BakHO OTMETUTb, UTO BCE MOJISIPHbBIE
KJIETKU KOJMYECTBEHHO MOKMIAIOT KapMmaH 3auyaTka
CpenHel KMUIIIKU U pacrioyiaratoTcsl J10p3aibHO MEXIy
HUM U Me30epMaibHbIM ciioeM. TToTepst KJeTok mpo-
WCXOIUT ITPU UX ITPOJIBKEHUU U 9TO MOXKET MOCTYKUTh
OPUEHTUPOM JIs1 JaTbHENIIIETO U3yYeHWSI MEXaHU3MOB,
JIeXXalllX B OCHOBE 3TOro npoliecca. B nmepBuyHOi ro-
HaJie TIPOMCXOINUT aCCOLIMALIVSI C COMATUUECKMU ME30-
JepMaIbHbIMU KJI€TKaMU TOHAIbI JIUIIIb HEMHOTUX, J10-
CTUTIIMX €€, 3apOJIbIIIEBbIX KJIETOK, AAIOIIMX BIOCE-
CTBUM HAa4yaJl0o HEMHOTHMM CTBOJIOBBIM KJIETKaM TOHAJ, C
o01Ieli HapyleHHO MOP(OJIOrUeii Y ITMIMHOK, KyKO-
JIOK 1 B3pOCJIbIX OCOOEi. ¥ B3pOCIHIbIX AUCTEHHBIX TH-
6punoB B 40—50% ciydaeB HaGIIOOATN aTPODUIO OTHON
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0—2-9acoBble SMOPHUOHBI 2—5-9aCOBEIC SMOPUOHEI

M 1 2 3

300 mm. E

4 1 2 3 4

o o

Puc. 2. TpaHCKpUTILIMOHHBIN aHanu3 MBD Penelope B 0-2- u 2—5-yacoBbix aMOpuoHax B iuHuu 9 (1), nuuuu 160 (2), nucreH-

HBIX (3) ¥ peMTIPOKHBIX (HEAUCTEHHBIX) (4) SMOpUOHaX.

wim obenx roHap (puc. 1e, ). Ilo cBoeit Mmopdonornu
HaOJIIoMaeMble HapyIIeHUs SMYHUKOB (TOHaIHAs aTpo-
¢bust) BecbMa CXOIHBI ¢ HApYLIEHUSIMU, HAOJIIOIaeMbl-
mu y D. melanogaster B cuctreme P-M mucrenesa (Los-
ovskaya et al., 1990).

WHTepecHo ObLUIO YCTAHOBUTH, UMEETCS JI BpEMEH-
Hasl KOppeJsIys MeXIy HaOMoaaeMbIMU HapyIIIEHUS-
MU (popMUPOBaHUSI TOHAT Y SMOPUOHOB TUCTEHHBIX T1-
OpuoB M BpeMeHeM Haudasia akcripeccud MPHK Pene-
lope. C mioMol111p10 MeToAa 00paTHOM TPAaHCKPUIILIMU U
nocaenytomero ITIP-aHanM3a Mbl JeTEKTUPOBAIU
TPAHCKPUIITBI TpaHCIo30Ha Penelope B 0—2-9acOBBIX
SMOpUOHAX JMHUMU 160 1 SMOPUOHAX, MOJIyYEHHbBIX OT
CKpelLlMBaHUs CaMOK JIMHUU 160 u caMloB JuHUU 9
(HemMCreHHOE WX PELIMIIPOKHOE CKPEIIMBAHIE ), TOTIA
KaK COOTBETCTBYIOIIME TPAHCKPUIITHI OTCYTCTBOBAIU
Ha 3TOi1 cTaIK B IUCTeHHBIX ruopunax (puc. 2). C npy-
TOil CTOPOHbBI, Mbl OOHAPYKWIM TPaHCKPUITLIMIO Pene-
lope Xxak B IUCT€HHBIX, TaK 1 B PELIUIIPOKHBIX 2—5-9aco-
BbIX a3MOproHax. CJienyeT OTMETUTh, 4To 0—2-4acoBble
SMOPHOHBI Y APO30(PMIIBI XapaKTePU3YIOTCS ITOJTHBIM
OTCYTCTBMEM TPAHCKPUIILIMU, a €€ HaYaJI0 COOTBETCTBY-
er 0oJiee MO3IHMM cTagysM. B 3Toii cBsSI31 MOXKHO TIpe-
MOJIOXKUTb, UTO TpaHCKpUITLs MO Penelope HauviHaeT-
CsI OMHOBPEMEHHO C HA4aJI0OM OOIIIeH TPaHCKPUTILIIN T'e-
HOMa B 2—5-4acoBBIX 3MOpMOHAX, a JIETCKTHUpYeMBbIC
HaMU TPaHCKPUMThI Ha Oojiee paHHel cranuu (0—2-ua-
COBBIC SMOPHOHBI) SIBJITIOTCSI MATEPUHCKUMI.

HecMmotpss Ha To, 4TO MBI OOHaApy:KMBajiu TpaH-
ckpuntel MDD Penelope HeCKOIBKO paHbIIle Hayajla -
0e 3apOMBIIIEBBIX KJIETOK, MBI HE MCKITIOYaeM, YTO B
JTaHHOM ciy4ae npoucxonuT akcnpeccuss MPHK Pene-
lope B coMaTM4IeCKMX KJIeTKax, TOTa KakK B KJIeTKax 3a-
POIBIIIEBOTO YT OHA MOXKET HAYMHATBLCS ITO3IHEE.
MBbI TakKe He MCK/II0YaeM BKJIa[la 9KCIPECCUU APYTUX
MOOWJIBHBIX 3JIEMEHTOB B Pa3BUTHE CHHIPOMA THUOPHI-
HOT'O AMCTeHe3a, TPAaHCKPHUITIIMS KOTOPHIX HE M3yJaiach
B HACTOSIILIEM UCCIIEIOBAaHUU.

Takum 00pa3oM, XOTSI TTIOJTydeHHBIC JTaHHbBIC U SIBJISI -
FOTCSI €11I€ OJJHUM MOATBEPKACHUEM BasKHOM ponu Pene-
lope B pazButuu cuaapoma L1y D. virilis, Mbl He UCKITIO-
YaeM KaK BaXKHOTO 3HAYeHMST (paKTOPOB XO3SICKOTO I'e-
HOMa, TaK W BaXHOW pomu napyrux MO npu
OIpeaeAeHUI 3TOT0 CUHAPOMA.

HpOBOLlI/IMble HaMM UCCJICAOBaHUA T€CHETUKO-MOJIC-
KYJIAPHBIX MEXaHN3MOB, obecrneynBaroIInX TPaHCITIO3N-
IMH Ppa3IMIHbIX MDD B moTOMCTBE OT JUCTCHHbIX CKPE-
UlI/IBaHI/If[, NMCIOT Ba’)KHOC€ 3HAUYCHUE JIs1 TIOHMMaHUA
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pomi MDD B (hOpMHUPOBaHUM CTPYKTYPhl M KOHTPOJE
(byHKLIMOHUPOBAHUST 3YKApUOTUUECKOTO TeHOMa.
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Morphologic and Molecular Manifestations of Hybrid Dysgenesis in Ontogenesis
of Drosophila virilis

M. 1. Sokolova, E. S. Zelentsova, N. V. Rozhkov, and M. B. Evgeniev

Engelhardt Institute of Molecular Biology, Russian Academy of Sciences, Moscow, 119991 Russia
e-mail: misha572001@yahoo.com

Abstract— Disorders of germ track cell development that take place in crossbreeding of certain lines of Droso-
phila virilis and lead to hybrid dysgenesis (HD) syndrome have been studied. Polar cells and germ line cells
were identified with specific antibodies against Vasa protein. It has been shown that abnormalities of forma-
tion of primary gonads takes place already at the 11—12 stage of embryo development and the consequences
of germ line cell death lead to disorders of gonad development at the following stages of ontogenesis of dys-
genic hybrids. The start point of germ line cell death in embryogenesis as well as initiation of transcription of
Penelope retroelement, which is supposed to play a significant role in HD syndrome development in D. virilis,
were estimated.

Keywords: hybrid dysgenesis, polar cells, Penelope, D. virilis
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