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Cnmcok cokpameHui

[IH — muronma3maruyeckas HECOBMECTUMOCTD

[IIIP — monumMepa3Has nenHas peakius

Mt/ IHK — mutoxonapuansuas JTHK

OATA — sTuneHAnaMUHTETPAYKCYCHAsl KUCIIOTa

dNTP — nezokcunykineotuarpudochaTs

VNTR (Variable Number Tandem Repeat) — MuHHCATEIUTMTHBIN JIOKYC
IS5 (Insertion Sequence) — HHCEPLIMOHHAS TTOCICIOBATCILHOCTh

wsp (Wolbachia Surface Protein) — ren koaupyromuii 00K KJISTOYHON
nosepxHoctu Wolbachia

16SrRNA — ren 16S pubocomansHoit PHK
ftsZ — GakTepuanbHBIA T'eH, KOAUPYIOMIHNA OSTOK KIIETOYHOTO JICTICHHUS.

gatB — OakrepuanbHbli TeH B cyOwbeaunHuipl - acmaptui-rayrammi-TPHK
aMHUHOTpaHc(epasbl.

COXA — OaKTepHaJIbHBIN T€H BTOPOU CyObeTMHUIIBI IUTOXPOMOKCHUIA3BI.

hcpA — GakTepualibHBIN TeH KOHCEPBATUBHOTO OElIKa C HeM3BECTHOM (DyHKITHEH.
fbpA — OakTepuanbHbIi reH GpykTo30-OHchocdar anbao1assl.

gltA — GakTepuanbHBIN T€H [IUTPAT-CUHTA3bI.

groEL — 6akrepuanbHblii reH, KOAUPYIOUIUI O€JI0K TEMI0OBOro MIOKA.



BBEJAEHUE

B3anMoOTHOLIEHNS MEX Y PA3JIMYHBIMUA OPTaHU3MaMU UTPAOT BAXKHYIO POJIb
B JKUBOM npupoie. CUMOMOTUYECKHE B3aUMOJICHCTBHS MOTYT ITPOSIBIISITHCS B CAMBIX
pa3HBIX aCIEeKTaX, TaKWX, KaK MYTyajau3M (B3aMMOBBITOJIHOE COCYIIECTBOBAHHE
JBYX U 0o0Jiee OpPraHru3MOB), KOMMEHCAIU3M (OJIMH OPTraHWU3M HCHOJB3YET APYrou
OpraHu3M, HO HE BIIUSIET HA HEr0), aMEHCaNIM3M (OJMH OPraHu3M yTHETAaeT JIPyrou
O0e3 wu3BleUeHUs JUIs ceOs BBITOJBI), HEHUTpamu3M (COBMECTHO OOMTAIOIIHE
OpraHU3Mbl HE OKa3bIBAIOT JPYT Ha Jpyra HUKAKOTO BO3JCHCTBHUA) U MAPA3ZUTU3M
(BpeaHOE BIUSHUE OJTHOTO OPraHW3Ma Ha JIPYroro, ¢ IEJIbI0 U3BJICUCHUS BBITOJIbI).
W cKITIounTeNbHYIO POJIb CHMOMO3 UTPAET B MAKPO- U MUKPOIBOJIIOIIMHA OPTaHU3MOB.
Eme B 1869 r. Obl10 OOHApY>KEHO, YTO JIMIIAWHUKHU MPOU3OLUIM B PE3yibTaTe
cuMOur03a TpUOOB U BOJAOPOCIIEH, YTO JIOKA3bIBAECT BAXKHYIO POJIb CUMOMOTUUECKUX
B3aMMOOTHOIIEHUH B H3Bomound. Ha ocHoBaHum »Toro oOTKpbiTUa A.C.
@amunnpibiM - U K.C. MepexkoBCKUM  OblIa  BBIABUHYTa  THIOTE3a
CUMOMOTEHETUYECKOTO MPOUCXOXKICHUSI KIETOK 3eJIeHbIX pacTeHuil (DamuHIIbIH,
1907; MepexkoBckuii, 1909; Boponios, 1999). K.C. MepeKKOBCKMM ObLI
MPEIOKEH TEPMUH «CUMOMOTEHE3», aKTUBHO HCIOJIB3YIOIIUMCS U IO CEeH JCHb.
DNEeKTPOHHO-MUKPOCKOIIMYECKUE KCCIICIOBAHUSI Tl MHOXECTBO  (DaKToB,
CBUJICTEIILCTBYIOIIMX B TIOJB3y TEOpUM CUMOMOTeHe3a. B Hacrtosiiee Bpems
OOIIETPU3HAHO TIOJIOKEHUE O TOM, YTO MHUTOXOHJAPHUHU, (DOTOCHHTEIUPYIOIIHE
IJIACTUBI U JaXe SIAPO IYKAPUOTUYECKUX KIIETOK MPOUCXOASAT OT OaKTepui, Kak
pesynpTaT  cuMOmoza (Mapremuc, 1983; Margulis, 2010). HW3yucHue
CUMOMOTHYECKUX B3aMMOOTHOIICHHUM MPEACTABIISIET OTPOMHBIN HAYYHBIM WHTEPEC

JUTSI MHOTUX pa3/iesIoB OMOJOTUU — OT MOJIEKYJISIPHOM OMOJIOTHH 10 ABOJIIOIUH.

OKO0JIO TIOJIOBUHBEI BCETO BHUO0OBOI'O pa3H006pa3H;[ YICHUCTOHOI'UX B

HACTOAIICC BpEMS SABIAIOTCA  XO034CBaAMU 3HJIOCPIM6I/IOTPI‘IGCKOI>1 6aKTepI/II/I



Wolbachia (Hilgenboecker et al., 2008; Zug, Hammerstein, 2012). I'maBHoi
0COOCHHOCTBIO STOU MaTepHHCKH-HaCHeHyeMOﬁ 6aKT€pI/II/I ABJIACTCA €cC
CIIOCOOHOCTH BIIMATH HA PENIPOAYKTUBHYIO (DYHKIIUIO Y BHIa-X035MHA, 00ecreurnBas
cebe BO3MOKHOCTh OBICTPOTO pacipocTpaHeHus B nomyssiiuu. [logoOHoe BiusiHuE
HOCHUT YCPTHI IIapasuTU3MaA. OI[HaKO AJI1 MHOTHUX CUMOMOTHUYECKUX aCCOHI/IaHI/Iﬁ
Wolbachia—Bua-xo3simu onmcano mytyanuctuieckoe neiictsue 6akrepun (Hoerauf
et al., 1999, 2000; De Barro, Hart, 2001; Dedeine et al., 2001; Dobson et al., 2002;
Rao et al., 2002; Rajan, 2004; Dong et al., 2007; Hosokawa et al., 2010).
MOJIeKyJIHpHHe MCXaHHU3MbI KdaK MYTYAJIUCTHUUCCKUX, TaK MW IAPa3UTHYCCKHUX
B3aMMOOTHOIIIEHUH DSTOTO CHUMOHMOHTA CO CBOHMMH XO35I€BAMH OCTAIOTCSA MaJlo

HN3Y4YCHHBIMU.

Drosophila melanogaster — oauH #3 pacnpOCTpaHEHHBIX MOJCIBHBIX
00BCKTOB B COBpEMEHHOW OHWoJjioruu — sBiisgeTcs Buaom-xo3suHoM Wolbachia.
[IpucyrcTBue OGakTepru OOHAPYKHBACTCS B MPUPOIHBIX Homyisiusx Drosophila
melanogaster mo Bcemy Mupy, a J0Jisi WHPHIMPOBAHHBIX OCOOCH B OTIEIBHBIX
nomyJsusax Moxxer nqocturatbk 100 %, B To Bpemst Kak B APYrUX MOMYJISIIUIX OHA
He mpesbimaer u 20 % (Hoffmann et al., 1994, 1998). Ilpu ananuze
TeHOTHITMYEeCKOro pasHooOpasuss Wolbachia B mpupoaHbIX — MOMyNSAIUSX
D. melanogaster Obuto OOHApPY)XKEHO CYIISCTBEHHOE Mpeo0IalaHue OJHOTO
reHoruna — WMel. Bbuto moka3aHo, 4To TaHHBIA TEHOTHIT OAKTEPUH 32 HECKOJIBKO
JIeT BBITECHHI paHee pacrnpoctpaneHHbii reHotunn WMelCS (Riegler et al., 2005).

HpI/I‘{HHBI N MCXAHHU3M ITOr'O IIponecca 10 CUX IIOp OCTAOTCA HCU3BCCTHBIMMU.

Drosophila melanogaster mmpoko uCHONB3yeTCST  JUISL  Pa3TUYHBIX
MOJICKYJISIPHBIX, TEHETUYECKUX U MTPOYMX OMOTOTUIECKUX HCCIIeA0BaHUN. X0oporast
reHEeTUYECKask U3yYCHHOCTh JAHHOTO MOJICIIbHOTO OOBEKTa, a TAKXKE MPOCTOTA €ro
COZIEpKaHMs, JAIOT BO3MOYKHOCTh MPOBOAMTH Pa3IUYHbIC OKCIIEPUMEHTHI B

KOHTPOJUPYEMBIX JIA0OPATOPHBIX YCIOBUSIX.



Hecmotpss Ha TO, uro s cumoOmoTmueckoir cuctemsl «Wolbachia-
D. melanogastery» omucaHo sBJICHHE MUTOIIA3MATHYSCKOW HECOBMECTUMOCTH
(IIH), oOBSICHUTH CTOJNb MIMPOKYIO PACHPOCTPAHEHHOCTh OAKTEPUU M BBICOKHIM
YpOBEHb HH(YHUIMPOBAHHOCTU TMOMYJSALIUNA TOJIBKO HAa OCHOBAaHUH BBI3BIBAEMOI
Ooaktepueir IIH HEBO3MOXXHO, TIOCKOJbKY CTENEHb BBIPAKECHHOCTH OATOMN
pPEeNpOAYKTUBHON aHOMAaJIMU B TMpupojie kKpaiiHe Huskas (Hoffmann et al., 1998).
[Tonckn BO3MOXKHBIX (pakTOB MyTyanmcTuueckoro B3ammoneiicteus Wolbachia u
D. melanogaster Ttaxke He AadM 3HAYMMBIX W OJHO3HAYHBIX PE3YJbTATOB IS
OOBSICHEHHSI ~ PacCIpOCTPAHEHHOCTH OaKTepUH, TMOCKOJIbKY OOHapyKCHHBIC
MOJIOKUTENbHBIC YPPEKTHI MO0 cadbl, TUOO 3aTParuBarOT PEAKUE JJIS TPUPOTHBIX
NOMyJsAUMKA  sIBIIEHHWA. TakumM  0o0pa3oMm, MNPUYUHBI  CTOJNb  BBICOKOU
UHQUIIMPOBAHHOCTH TPUPOAHBIX nomyisiui D. melanogaster u npeoGnananus B

nux oxnoro renotumna Wolbachia wMel ocratorces Bee eltie HepacKPBITBIMH.

Hccnenosanue pactipoctpanerus Wolbachia, a Takxe BbisiBiacHHE (HaKTOPOB,
BIMSIOIINX Ha JAMHAMUKY OaKTCpUH B TPUPOJHBIX M DKCICPUMCHTAIBHBIX (B
YCIOBHSAX J1a0OPAaTOPHH) HOMYJISIUAX, MO3BOJIAT BCKPHITh U TOHSATH MEXaHHU3MBI
JUITATEIHOTO W YCTOWYMBOTO  CYIIECTBOBAHHMS  TaKUX  CHUMOMOTHYCCKUX
accomnmanuii, kak Wolbachia-D. melanogaster B uwactnoct, Tak u Wolbachia-

YICHUCTOHOI'UE B LICJIOM.

Ienun u 3apaun

[lenp wWccnemoBaHWsl —  OXapaKTepU30BaTh  PACIpPOCTPAHEHHOCTh U
TeHETHYECKOe pa3HooOpasue »sHIocuMOuoTHUeckoi Oaxktepun Wolbachia B
NPUPOIHBIX MOMYJIALUAX M JaO0OpaTOPHBIX JUHHUAX BUAa-xo3suHa — Drosophila
melanogaster, u3y4nth AMHAMHKY PaCHpPOCTPAHCHUS U BO3MOXKHBIC MEXaHU3MBI
HoJIep kanus IByX pacnpoctpaHeHHbix reHotunioB Wolbachia — wMel u wMelCS,

B JKCIICPUMCHTAJBHBIX IIOMMYJISALNUAX, 4 TAKKC OLUCHUTL BJIMAHUC cMMOMOHTa Ha



PENPOIYKTUBHYIO (YHKIHIO XO3fWHA — YpPOBEHb IMOPHOHAIBHOW CMEPTHOCTHU
(Bcnencteue 1IH) u mimogoBUTOCTH. BBUIM MOCTABICHBI CIICAYIONIUE KOHKPETHBIC

3aJa4n:

1. O1eHUTh KOHIEHTpaInio HHbuIMpoBanHeix Oakrepusimu Wolbachia
oco0eii B mpupoIHBIX momy sinusax Drosophila melanogaster pa3iuaHbIX perioHOB

EBpasumn 3a 2008-2013 rr.

2. Omnpenenuth reHotunmyeckuii cocras Wolbachia B wuccienyembix

npupoAHbIX nonyssaiusax Drosophila melanogaster.

3. VCTaHOBUTH  KOHIIEHTPAIIMIO  PA3IHYHBIX  MHTOXOHIAPHAIBHBIX
raryIOTUIIOB B MPUPOAHBIX momynsnusx Drosophila melanogaster Espaszuu cpeu

ceoOoaubIx o Wolbachia ocooeii.

4. OueHuTh UTOTHITNYECKOE pasHooOpasue u YPOBEHb
uHpumupoBanHoctu Oaktepuein Wolbachia wmyranTHeix muamMic  Drosophila

melanogaster ¢onna maboparopuu reneruku nomyssiiwii ULul" CO PAH.

5. B  aKkcmepuMeHTaNbHO  CO3MaHHBIX  momyysnusx — Drosophila
melanogaster u3y4uTh AMHAMHKY W3MCHEHHUS KOHIICHTPAIUH JBYX IIHUPOKO

pacripoctpaneHHbix renotuno Wolbachia — wMel u wMelCS.

6. Ha ocHOBaHMM HNaHHBIX, MOJIYYEHHBIX B JKCIIEPUMEHTE, OLIEHUTH
3HAQYEHHS] YPOBHSA I[UTOIIA3MATHYECKOWM HECOBMECTUMOCTA W OTHOCUTEIBHOU
MJI0JIOBUTOCTH BUAA-X03simHa. OnpeaenuTh xapaktep BiusHus wMel- u wMelCS-

renotunoB Wolbachia na penpoaykrusnyro dynkiuo Drosophila melanogaster.

Hay4ynasi HoBU3Ha padoThbI

B xome paboTel ObLT MpOBEACH aHamu3 WHOUIIMPOBAHHOCTH OaKTepuen

Wolbachia npupoassix nomyssinuii Drosophila melanogaster pasnudsbix peruoHoB
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3a 2008-2013 rr. B xoje uccienoBanus odHapyxeH HoBbId reHotun Wolbachia —
wMel4. BriepBbie 1aHa OIEHKAa T€HOTHITHYECKOTO Pa3HOOOpa3usi CHMOHMOTHYCCKOM
oaktepun Wolbachia u muTormmuyeckoro pasHooOpasus D. melanogaster B

IIPUPOIHBIX NOMYJIALUAX.

BriepBbie mpoBeZieH MOAPOOHBIM CKPUHUHT OOJBIION KOJUICKIIUU JIMHHMA
D. melanogaster ¢onna nadoparopun renetuku momnyisiuid Uull CO PAH Ha

uHbuIMpoBaHHoCcTh OakTepueit Wolbachia u mutoTum.

Jns  Hambosiee YAcTO BCTPEYAMOIIUXCA B  IPUPOAHBIX  MOMYJIAILUAX
D. melanogaster o Bcemy mupy renorumno Wolbachia — wMel u wMelCS, 6bu10
NPOBEJCHO  MOAPOOHOE  HCCICNOBaHME WX  JWHAMHKA B YCJIOBHSIX
OKCIICPUMCHTAIBHBIX SIIMYHBIX TMOMYJsuid. lccieqoBanue NpPOBOAMIOCH B
nomynsiusx, rae Wolbachia Oputa mpencraBneHa kak IByMsi TEHOTUTIAMH, TaK U
KaXIbIM TCHOTHUIIOM IO OTACAbHOCTH. [l0Ka3aHO, YTO B HKCIEPUMEHTAJIBHBIX
nonyisiusax Biausaue Wolbachia wa guHamMuky HHOUIIMPOBAHHOCTH KpaiHe
crnaboe, a M3MEHEHHE YaCTOT MH(MHUIIMPOBAHHOCTH MPOUCXOIUT 3a CUET JACUCTBHS
ciyyaiiHbIX (hakTopoB. BriepBbie ObLI MPOBEACH aHAIN3 JUHAMHKH MHUTOTHIIOB
D. melanogaster B sKkcrnepUMMEHTAIbHBIX HONyIAUsaX. OOHAPYXKEHO, YTO

COOTHOIIIEHHNE MUTOTUIIOB B TeueHHUE 20 MOKOJIEHUI HE N3MEHIIOCH.

Teopernueckasi U NpaKTH4eCKasi 3HAYUMOCTH Pa0OTHI

[TonydyeHHble B X01€ paObOThI JaHHBIC, B COBOKYITHOCTH C PaHEE M3BECTHBIMH,
CYIIIECTBEHHO JIOTOJIHSAIOT KapTUHY pacnpoctpaneHHocTH O0akrepun Wolbachia na
€Bpa3UiiCKOM KOHTHHEHTE. BHeceH CylecTBeHHbIH BKIJIaJ B OOIIYI0 KapTUHY
TeHETHYECKOr0 pa3HooOpa3us BHyTpukiaeTouHoro cumoOumonta Wolbachia B
npupoaHbix nonyssiiusax D. melanogaster. OxapakTepr30BaHO UTOTHITHYECKOES
pasnooOpazue D. melanogaster cpenu OousbmioN KOJJICKIMK JUHUE (oHIA

naboparopun renetuku nomyisinuit UulT CO PAH. OOnapyxeHsl ciydau
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Bo3MokHOU yTpaTel Wolbachia B xone anmurensHOro KynbTHBHpPOBaHUS JMHUN B
nabopatopun. OrpeneneHne MUTOTUIIA COBMECTHO C TEHOTHUIIMPOBAHHEM
Wolbachia moxer crath Hafe)HBIM CITOCOOOM MPOBEPKH MPOUCXOKACHUS THHHH.
OOHapy)keHHOE€ OTCYTCTBHE WH3MeHeHuH uactoT reHoruroB Wolbachia B
IKCIIEPUMEHTAIBHBIX Nonmyisinusx D. melanogaster Moxker roBopuTh O TOM, YTO
NPUYHHON IUPOKOTO PACIPOCTPAHEHUS OAKTEPUU B MPUPOJIE SBISIOTCS YCIOBHS
cpenbl U reHeTHueckue (hakTopsl. [lomydeHHbIe B JTaHHOM paboTe TaHHBIC TTO3BOJIST
JIydIIe MOHATh MEXaHW3M B3aWMOOTHOIICHUN BHYTPU CHMOMOTHYECKON CHCTEMBI

Wolbachia-Drosophila melanogaster.

Crpykrypa u 00beM padoThI

JluccepTaius COAEPIKUT CIEAYIOIINE Pa3/ielbl: BBEACHUE, 0030 JIUTEpaTyphl,
MaTepuaibl U METOJbI, PE3YJIbTaThl, 0OCYKIEHHE, BBIBOABI U CIHCOK JIUTEPATYPHI.
Pabora m3noxkena Ha 135 crpanunax, BkimtouaeT 18  pucynkoB um 10

tabyui. CIUCOK IUTUpYyeMoU utepaTypsl Bkitouaer 201 HamMeHOBaHuE.

Anpobauust padoTbl

PesynbTaTel paboThl ObUTH TipeAcTaBieHbl: Ha 47 u 48-i MexayHapoaHou
HAay4YHOM cCTyJeH4Yeckol KoHpepeHMH “CTyIeHT M Hay4YHO-TEXHUYECKUU
nporpecc”, cekuus buonorus. HoBocubupck, HI'Y, 2009 r. u 2010 r.; Ha 16-i
MexayHaponHoOl KOH(EepeHIIMU CTYACHTOB, ACIHUPAHTOB W MOJOJBIX YYECHBIX
“JIomoHocoB - 2009”, cexius “buonorus”. Mocksa. 2009 r.; Ha cbe37¢ TCHETUKOB
U ceneknnoHepon, nocpsieHHoM 200-netuto co nus poxaeaus Y. lapsuna u 5-m
cee3ne BOI'uC, Mocksa, 2009 r.; ma Crimean Meeting: Third International
Conference, Dedicated N.V. Timofeeff-Ressovsky “Modern Problems of Genetics,

Radiobiology, Radioecology and Evolution” & Third Readings after V.l. Korogodin
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and V.A. Shevchenko; NATO Advanced Research Workshop “Radiobiological
Issues Pertaining to Environmental Security and Ecoterrorism”, Alushta, 2010; na
MexayHnapoaHo koHdpepeniuu “IIpo6iemMbl MOMyIAIIMOHHON U 001IeH TreHeTUKN
u MexayHapoaHoit MonoaexkHoil koHdepeniuu “TlomynsnnoHHas TeHETHKA:
COBPEMEHHOE COCTOSIHUE U TMEPCIEKTUBBI, MNOCBAMIECHHbIX 75-netuto FO.IL
AnryxoBa, Mocksa, 2011 r.; Ha Beepoccuiickoit KoHpEepeHITUN MOIOABIX YUEHBIX
«DKONOTHA: TpaaulMu U WHHOBamu», ExarepunOypr, 2012 r.; Ha 6-M cbesne

BOI'uC u accouuupoBaHHBIX TE€HETHMYECKMX cummo3uymax, PoctoB-Ha-/loHy,

2014 r.
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I'masa |. OB30P JIUTEPATYPbBI

1.1. CumoOmnoruueckasn oaxkrepus Wolbachia

Wolbachia — »sto poxng cumOmoTHueckux OakTepuii H3 cemeiicTBa
Anaplasmataceae, otpsina Rickettsiales, kmacca anbda-niporeodakrepuii. Briepsbie
Wolbachia 6puta 00HapyxeHa B penpoayKTUBHBIX TKaHsIX komapa Culex pipiens B
1924 r. (Hertig, Wolbach, 1924). B 1936 r. 6akTepus moaydunia cBo€¢ ohuIlMaIbHOE
nassanue — Wolbachia pipientis (Hertig, 1936). BunoBoe MHOroo0Opasue BHYTpH
pona Wolbachia orpanuueno emuHcTBeHHbIM Bujgom — \Wolbachia pipientis.
bakrepus Wolbachia mnpencraBnser co0oif CUMOMOTHYECKYIO OaKTEPHIO U HE
sBisieTcs narorenHoM. \Wolbachia mmpoxo pacnipocTpanena cpeu 4JICHHCTOHOTUX
(Hertig, Wolbach, 1924; Hertig, 1936; Hilgenboecker et al., 2008; Zug,
Hammerstein, 2012) u nekotopsix BuaoB Hematoz (Bandi et al., 1998; Fenn et al.,
2004, 2006; Haegeman et al., 2009).

IMomumo Wolbachia, x cemetictey Anaplasmataceae otHocsTcs Takue poja
OakTepuit, kak Aegyptianella, Anaplasma u Ehrlichia (puc. 1.1). ix npeacraButenu
SBJISIFOTCSL TIApa3UTaMK MJICKOIHMTAIONINX, OOMTAIONIMMHU B KPOBSIHBIX KJIETKaX M
HIepEeAIOIIUMKCS Yepe3 HACEKOMBIX. IIpencTaBuTeNid OJIM3KOTO K CEMEHCTBY
Anaplasmataceae cemeiictBa Rickettsiaceae taxxe SIBISIOTCS BHYTPHUKICTOYHBIMH
KPOBSHBIMH TMapa3uTaMH MJICKOIHUTAIONIAX M YEJOBEKa, MEePEIArOIUMHUCS depe3
HACEKOMBIX M BBI3BIBAIOIIUMHU TsDKEIbIe HH()EKIIMOHHbBIC 3a00/IeBaHsI, TAKHAE, KaK

CBIMMTHOU TU(, PA3TUYHbBIC JTUXOPAJKH U MPOYUE PUKKETCUO3BI.
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I—Anapiasma phagocytophilum

—LAnapiasma platys

— Anaplasma marginale

E Ehrlichia chaffeensis

Ehrlichia ruminantium

| Wolbachia |

Neorickettsia risticii

Rickettsia prowazekii

Puc. 1.1. ®unorenernueckue B3amMooTHomenus Wolbachia ¢ npyrumu
npejcTaBUTeNIIMA  cemeiictBa  Anaplasmataceae u  OJM3KUM  CEMEWCTBOM

Rickettsiaceae (u3 Werren et al., 2008, ¢ u3MeHeHHSIMHT ).

1.2.  Pacmpocrpanennoctnr Wolbachia

BuyTpu kiacca Hacekombie xo3sieBamu Wolbachia ssisiroTcst npeacraButenu
BCEX OCHOBHBIX OTPANIOB: KECTKOKPBUIbIC, JBYKPBUIbIC, YEIIyeKPbLIbIE,
NEPETIOHYATOKPHIIbIE, PABHOKPBLIbIE, MpsSMOkpbutbie U aApyrux (Werren, 1995;
Bordenstein, Rosengaus, 2005; Hilgenboecker et al., 2008). ¥xe nepBbie aHanu3bl
pacrnpoCcTpaHEHHOCTU OAKTEpUU CPEeIN HACEKOMBIX, ocHOBaHHbIe Ha [I1]P-ananuze
no OakrepuasibHOMy reHy ftsZ, BbiiBMIM, 4TO OKolo 17 % WX BHIOBOIO
pasHooOpa3us MmoxkeT ObITh HHUIUpoBaHo Wolbachia (Werren et al., 1995). ITox
unouupoBanHocteio Wolbachia B manHo# pabote mojpasymeBaeTcs HaaudHe
OakTepun y Buma-xo3suHa. [lo3gHee, ¢ ucnonp3oBaHueM 00Jiee YyBCTBUTEIHHOTO
metoga Long-PCR nmns rema wsp Wolbachia, 6sut0 mokaszano, uro 3/4 Bumos
HACCKOMBIX SBJITIOTCS HOCUTEIISIMHU 3TOH cMMOnoTHYecKoit Oaktepuu (Jeyaprakash,
Hoy, 2000). ITo mepe HaKOIUICHHs AaHHBIX, IO pe3ybTaraM aHamu3a 917 BHIOB

YJICHUCTOHOTUX, OBLJIO TOJYy4YeHO 3HA4YeHUE WHOUIIMPOBAHHOCTH OakTepuen
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Wolbachia na yposae 66 % sumos (Hilgenboecker et al., 2008). ITpu yrouHeHUM
JAHHBIX 3TOM paboThl, M0 HHUIMpoBaHHbIX Wolbachia BiIOB YIeHUCTOHOTHX,

CYIICCTBYIOIIMX B HACTOsIEe BpeMs, yMeHbIIwiaach no0 ypoHs 40 % (Zug,

Hammerstein, 2012).

1.3.  Jloxaauzamusi Wolbachia B opranusme xo3simna

[Tepenava GakTEpUU OCYIIECTBISCTCS CTPOrO BEPTHKAIBHO MO MATEPUHCKOMN
JMHUAW Yepe3 IUTOIUIa3My SHIEKICTKH, Mo3ToMy oOHapykuBaetcs Wolbachia
NPEUMYIIECTBEHHO B PEMPOIYKTUBHBIX TKaHAX Xo3siuHa (Hyakuna u gp., 2004;
3axapo, Mapkos, 2005). I[Tomumo storo, Wolbachia moxer ObiTh 0OHapyskeHa B
KJICTKaX pPa3IMYHbIX COMATHYCCKHX TKaHEH: B KHINCYHHKE W MaJIbIIMTHEBBIX
COCy/JaX, B JKHPOBBIX TENbIAX M T'€MOIMTAX, B CIIOHHBIX JK€Je3aX M MBIIICYHBIX
TKaHsX, B ceTyatke U kiaeTkax mosra. (Clark et al., 2005; Saridaki, Bourtzis, 2010;
Faria, Sucena, 2013, Strunov et al., 2013). beut o6Hapyxen mramm Wolbachia -
wMelPop, akTuBHO mpoaudepupyromuii Bo B3pocibix ocobsx Drosopila
melanogaster, npenMyIecTBEHHO B KJICTKAaX TOJIOBHOTO MO3ra, a TAaKXKe B KJICTKax
CeTYaTKH M B MBIIIIAX. B pe3yiprare MPOMCXOAUT JAerpajanus TKaHed, B TOM

YKCIIe, U HEPBHOM CHCTEMBI, YTO IPUBOJAUT K paHHer rubenu B3pocisix Myx (Min,

Benzer, 1997; Strunov et al., 2013).

1.4. PenpoaykTuBHBbIe aHOMaJInu, nHAYnupyembie Wolbachia

OCHOBHBIMH ~ OCOOCHHOCTSIMM  cuMOuoTHyeckoi  Oakrepun  Wolbachia
SIBIITIOTCS, BO-TIEPBBIX, CTPOTO BEPTHKAIIbHAS TIepeiada OT MaTepPUHCKON 0coOn K
IIOTOMCTBY, @ BO-BTOPBIX, CIIOCOOHOCTH BIJIMATH HAa PEMPOAYKTHBHYIO (DYHKIIHIO

BHUJa-X03j41MHA MYyTEM MHAYKIIUH Pa3JINIHBIX aHOMAaJINH: q)eMI/IHI/IBaLII/II/I, aHaponuaa



16

(rubenp  CaMIIOB-IIOTOMKOB),  MapTEHOreHe3a W [UTOIUIa3MaTHUYEeCKON

HecoBmectumoctu (L{H).

1.4.1. demMuHuzauus

Wuayuuposannas Wolbachia ¢pemMuHu3aIus 3aKI109aeTCs B IePEOIpeIeICHUH
10JIa TeHETUYECKOTO caMIla, HHPHUIIMPOBAHHOTO OAaKTEepHUeH, B (PEHOTHITNIECCKYIO
CaMKy. JTO SIBJICHUE OIMCAHO, B OCHOBHOM, JJIi PABHOHOTHX PakoOOpa3HBIX, HO
TAaK)KE€  BCTpEYACTCSs Yy  MPEACTaBHTENCH  OTPSANOB  YCIIYCKPhUIbIE U
noykectkokpeuisie (Bouchon et al., 1998; Kageyama et al., 2002; Negri et al.,
2006). B03MOXHBIM MEXaHH3MOM (DEMUHHU3AIMK MOXKET OBITh OIHMCAHHOE Y
Armadillium vulgare OmokupoBaHwe pa3BUTHA aHIPOTCHHOW KENE3bl, YTO
NPEISTCTBYET Pa3BUTHIO MYykckoi ocoou (Rigaud et al., 1991, 1999; Azzouna et
al., 2004).

1.4.2. Augpouun

B mnotoMcTBe WH(HUIMPOBAHHOW CaMKH Ha PaHHUX CTaIUsIX OHTOTreHe3a
Wolbachia mosxeT BbI3bIBaTh rHOETH SMOPUOHOB, U3 KOTOPBIX JOJKHBI Pa3BUTHCS
caMmIipl. BriepBble OTCYTCTBHE CaMIIOB B MOMYJSIMSIX OBUIO OMHCAHO JUIS
NPeICTaBUTEIIS OTPsIZIa JKECTKOKPhLTbIe — O0kbel kopoBku Adalia bipunctata (Jlyc,
1947). B nanbHeimeM ObUTa TOATBEpXKIACHA OaKkTepHWaabHas MPUPOAA STOTO
saenus (Hurst et al., 1992). V A. bipunctata BeisiBHIM TpH pa3inyHbIe OaKTepHUH,
oxHoi u3 kotopeix Obuia Wolbachia (3axapor u ap., 1998, 2000; Werren et al.,
1994). Uunyuuposauusiii Wolbachia anmporma omwcan Takxke s OTPSIOB
yemyekpouibie (Jiggins et al., 1998) u aykpsuisie (Hurst et al., 2000).
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1.4.3. IlapteHoreHne3

Onuum u3 MetonoB Boszeiicteus Wolbachia na penpoayktuBHy0 QyHKIUIO
XO35IMHA SBJICTCS MHIYKIUS IMTApTeHOTeHe3a. JlaHHOe SIBIICHHE 3aKITI0YaeTCs B TOM,
YTO OTJIOKCHHBIC CAMKaMHU SiIa pa3BUBAIOTCS 0€3 OIUIOJ0OTBOPCHHUS, B PE3yJIbTAaTe
4Yero TIMOTOMCTBO HWMEET MATEPUHCKUM TE€HOTUIl. BBIIEHSIOT TEIUTOKHBIN
HapTeHOTEHE3, IPH KOTOPOM (POPMHUPYIOTCS TOJIBKO CHIHOBBS, U apPEHOTOKHBIM,
Ipyd KOTOPOM TIOJYYarTCS TOJBKO JOuYepH. BaxkHble HCCICIOBAHUS SIBICHHS
nmapTeHOTeHE3a TIPOBEACHBI JUIS TYTOBOTO IIENKONpsAa. bbeul  paspaboraH
9¢(GEKTUBHBIH METOJ TEMICpaTypHOW aKTHBAIMH IMAPTCHOTCHETHUYECKOTO
pasBuTHA 1715 3TOro BUaa. [Ipy BO3CCTBIM BBICOKOH TEMIIEpaTyphl Ha KIAIKY, B
SHUAX MMPOUCXOIUT MOIABIICHUE PEAYKIIMOHHOTO JCJICHUS, a 9KBAIIHOHHOE JICTICHHE
NPUBOIUT K 0Opa30BaHUIO JHUILIOWIHOTO MPOHYKIEYCca MAaTEPHHCKOTO T€HOTHUIIA
(Acraypos, 1940, 1977). Uuanyumposanusiii Wolbahcia napreHorenes taxke
CBSI3aH C JUILIOWIAM3AIMCH HEOIUIOOTBOPEHHBIX SIHIl, KOTOpas IMPOUCXOIHWT BO
BpEeMs TIEPBOTO MUTOTHYECKOTO JICJICHHSI ¥ MPUBOJUT K Pa3BUTHIO CaMOK. Takum
00pa3oM, YUCIIO UHPHUITMPOBAHHBIX CAMOK B MOMYJISAIUMU yBenuuuBaetrcs (Zchori-
Fein, Bourtzis, 2012). TeauTOKHBIN MapTEHOTEHE3 OMUCAH [IJIS1 HEKOTOPBIX KIIEIIEH,
KOJUIEMOOJI M HEKOTOPBIX MPEACTaBHTEICH NepenoHYaToKphuibix (Stouthamer,
Werren, 1993; Werren et al., 1995; Zchori-Fein et al., 1995, 1998; Arakaki et al.,
2001).

1.4.4. IluromaasMaTH4ecKass HECOBMEeCTUMOCTD

HI/IT orjiasmMaTnuyecCkKas HECCOBMECTUMOCTDH ABJIACTCA HaI/I6OJ'I€e
pacipocTpaHEeHHBIM PEIPOAYKTHBHBIM HapyiieHueM, ooyciaosnenusiM Wolbachia
(Hsiao, Hsiao, 1985; Breeuwer et al., 1990, 1992, 1993, 1997; Hurst, 1991, Perrot-
Minnot et al., 1996; James, Ballard, 2000; Jamnongluk et al., 2000). BriepBbie poJib

Wolbachia B uaaykiuu [{H Obuta ommcana B 1970-x romax s komapoB Culex
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pipiens (Yen, Barr, 1971, 1973). K HacTosmeMy BpeMEHH 3TO SIBJICHHE OOHAPYKESHO
y TpEICTaBUTENCH TaKUX OTPSIOB, KaK J>KECTKOKPBUIbIC, MEePETOHYATOKPBUIBIC,
paBHokpbuIbie U ABYKpbUIbie (O'Neill et al., 1992; Bressac, Rousset, 1993; Werren,
1997a).

Beigensiror  gBa  tuma [[H:  opgHOHampaBieHHyr0, TIpU  KOTOPOM
UHQUIIUPOBAHHBIM CaMell CKPEUIMBACTCS C HEHMHPHUIIMPOBAHHOW CaMKOW, U
JIBYHAIIPABJICHHYIO — CKpELIMBaHUE 0COOEH, HECYIIUX pa3HblE IITAMMbl OaKTEpPHH,

HECOBMECTHMEIE Mex 1y co0oii (puc. 1.2).

Haubonpiee umciio wuccnenoBanuid, mocBsmeHHbIx [IH, mpoBeneno Ha
komapax poaa Culex u myxax poaa Drosophila (Hoffmann et al., 1986, 1988, 1990,
1994, 1996; Guillemand et al., 1997; Ahantarig et al., 2008).

HSWHW ) x oW+ BIW* x oOW" BIWI o W2*

HopMaJ]bﬂoe pasBHTHE HHTO[[.JIaT}MaTH‘leCKaﬂ ﬂByHaIlpaBJleHHaﬂ
HECOBMECTHMOCTD IMHTOIIasMaTHYeCKas

HECOBMECTHMOCTH

Puc. 1.2. BapuanTtsl ckpemuBanusi oco0eil pa3Horo nHMEKIIMOHHOTO cTaTyca.
W - uadunupoBanHas ocodb, W™ - HenHpuIupoBanHas 0coob; W1, W2 — pasHbie

mramMmel Wolbachia.

1.4.4.1.®akTopbl, BIUsIOIINE HA cTeneHb nposiBjaeHus [L{H

VYposens I[H, maaynupyemoit Wolbachia, He siBisieTcs mOCTOSHHBIM, U Y
pasHBIX BHJIOB MOXET 3aBHCETb OT psga ¢axrtopos: mrTamma Wolbachia, Buna-

X03541Ha 6aKT€pI/II/I M BO3pacTa CaMIOB.



19

Bmusaue mramma Wolbachia nva BeipakenHocTh I[H sipko BBIpaskeHO Yy
Drosophila simulans, y koTroporo u3BeCTHO IIITh IITAMMOB OaKTEpHH,
OTJIMYAIOIINXCS MEXKIY CO00M Mo cuie Bbi3biBaeMon [IH: omuH uHAyIupyer
CHJIbHYIO HECOBMECTUMOCTb, JIBa — XapaKTepU3yIoTcs HU3KuM ypoBHeM I[H u ere
i aByx mrammoB uuayknus I{H we ommcana (Hoffmann et al., 1990; Turelli,
Hoffmann, 1991, Turelli et al., 1992).

Ha BbIpa)k€HHOCTb HECOBMECTHMOCTU MOXET BIUATh U IeHEeTUYeCKUui (poH
BHJIa-X0351HA, YTO, HAIIpUMeEp, OMKUCaHO B dKcriepuMenTe 1o rmepeHocy Wolbachia
MEXIy IByMs mpenctaButeasimu poaa Drosophila— D. melanogaster u D. simulans
(Boyle et al., 1993; Poinsot et al., 1998). Onuum wu3 mrammo Wolbachia,
u3BecTHbIM it D. simulans, seisercs WRI, koTopbiii BeI3biBaeT criibHyro [[H
(Hoffmann etal., 1990; Turelli, Hoffmann, 1991; Turelli et al., 1992). IlItamm wMel
y D. melanogaster naaynupyet cnabo Beipaxkennyto [{H (Hoffmann et al., 1994;
Solignac et al., 1994; Wmunckmii, 2008; Mmuuckwmii, 3axapos, 2009). ITyrem
MHUKPOUHBEKIIMA WHQPHUIMPOBAaHHAS IMTOIUIa3Ma U3 >MOpuonoB D. simulans
BBOJMJIaCh B HewH(puImMpoBaHHBIe MOpuoHbl D. melanogaster. ITomydeHHbie
uHunmupoBanusie tuauu D. melanogaster mokassiBanu Hu3kuid ypoenb L{H. B To
xe Bpewms, mpu mnepenoce Wolbachia or D. melanogaster x D. simulans,
MH(ULIMPOBaHHbIE JIUHUU JeMoHcTpupoBaiu 100 % »MOpHUOHAIBHYIO THOEINb

(Poinsot et al., 1998; Mercot, Charlat, 2004).

B HEKOTOpBIX ciiydasix Ha CTeleHb BbipaxxeHHOCTH L{H MoxeT BiusITh BO3pacT
caMIloB-OTIIOB. Tak st BUAOB pona Drosophila mokaszano, uto uem crapiie
MH(ULIMPOBAHHBIN caMel, TeM MeHee BbipaxkeHa L[[H mpu ero ckpenmBanuu c
HenHpuupoBanHoi camkoit (Hoffmann et al., 1990). [Togo6Hoe BIIMsAHUE OMMCAHO
Takke i1 komapoB Aedes albopictus u ans Hekotopwix apyrux BumoB (Clark et
al.,2002). Taxxe ypoerb [[H MoxxeT 3aBUCETh OT BpEMEHH Pa3BUTHUSI CAMIIOB:
ocobu, pasBuBaromuecs ObIcTpee, maroT Oosiee BbICOKM ypoBeHb I[IH B

ckpemuBanusx (Yamada et al., 2007).
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1.4.4.2.Mexauu3mbl IHH

B Hacrosiee BpeMs HET TOYHOTO OIMCAaHHS MEXaHHW3Ma, IMOCPEICTBOM
kotoporo Wolbachia unayuupyer I[H. Ilpenmonaraercs, 4To B 3TOM Ipolecce
3ajeiictBoBaHbl jBa (pakropa Wolbachia, mpotuBomnonosxasie o s dexry: pakrop
moaudukammu («mod» — modification) u dakTop cmacenus («resc» — rescue)
(Werren, 1997a; Poinsot et al., 2003; Mercot, Poinsot, 2009). Ha stom
IPE/ANONIOKCHAN  OCHOBBIBACTCS MOJETbh MOAM(UKAIMK/CIIAaCeHUS, KOTOpas
HoJJpa3yMeBaeT CyliecTBoBaHue (hakropa «mod» y camioB u (akropa «Iresc» y
CaMOK. Y caMIIOB MPOUCXOAUT MOJU(DUKAIUS TEHETUIECKOTr0 MaTepuaia, KoTopas
IPUBOJUT K SMOPHOHAIBHOM I'MOEIIN TIOTOMCTBAa B HECOBMECTUMOM CKPEIIMBAHHU.
B cnyuyae ckpeummBaHug ¢ WHQUIMPOBAHHOM CaMKOHM, eSC-pakTop CHHUMAET
MO (UKAINIO, U TIOTOMCTBO Pa3BHBACTCS HOPMAJbHO. BbUIM MpensiokeHbl TPH
BO3MOXXHBIX CXEMbI B3aHMOJICHCTBUS JaHHBIX (DAKTOPOB MEXKIY COOOM: «KIFOU-

3aMOK», «TUTPOBAHUE-BOCCTAHOBJICHUE» U «MeJjieHHoe nBmxkeHue» (Kose, Karr,

1995; Werren, 1997a; Callaini et al., 1997; Charlat et al., 2001; Poinsot et al., 2003).

CornacHo cxeMe «KIItou-3aMok» (puc. 1.3 A), mpou3BoauMeblii 0akTepueii mod-
dakTop y camiia, CBSI3BIBAETCS C XPOMOCOMaMU U, TAKUM 00pa3oM, MOJAUPHUITUPYET
OTHOBCKUU reHetndeckuii matepuain (puc. 1.3 A (1), (2)). Ilpu caussHuM Takoro
reHEeTUYECKOro Marepuaia ¢ HeMH(UUUPOBAHHOM SANUILIEKIETKOW Halmo1aeTcs
HecoBMecTMOCTh (puc. 1.3 A (3), (4)). B wuHOUIMpOBAHHBIX SHIIEKIETKAX
Wolbachia npoxyumpyer resc-gakTop, KOTOpBIH, B3aUMOJICHCTBYs ¢ mMod-

(dbakTOpoM criepMaTo30H1a TI0 MPUHITUITY «KII0Y-3aMOK», CHUMAeT MOAU(PUKAIIHIO

(puc. 1.3 A (5), (6)).

B cimydyae rumoressl «TUTPOBAHUSA-BOCCTAHOBJIEHUS IPEIIOIAraeTcs, 4To
daxkrop Mod y camIlOB BO3IEHCTBYEeT Ha KOMIIOHEHTBI CHCTEMBbI KOHJICHCAIIUU

XpoMaTrHa, W, TaKHUM o6pa30M, NpCIATCTBYCT KOHACHCAIWN T'CHETHYCCKOI'O
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matepuana camma (puc. 1.3 B (1), (2)). Ilpum oOILUIOAOTBOPEHHUH TaKUM
CIIepMaTO30UJI0M HEeHMH(PUIIMPOBAHHOM sitnekneTkol Bo3Hukaer 1IH (Puc. 1.3 B
(3), (4)). Ecniu camka unguimpoBana, To dakrop resc, mpoayiupyemsiii Wolbachia
B SIMIIEKIICTKAX XO3SMHA, HUBEIUPYET JelcTBHe MOd-pakTopa W KOHACHCAIUS

OTILIOBCKOI'O XpoMaTuHa mpoTekaeT 0e3 Hapymienuii (Puc. 1.3 B (5), (6)).

Mojens «MeIEHHOTO JIBMXKCHUS» TOJpasymeBaer, dYro MOd-daktop,
CBSI3BIBAsICh C OTIIOBCKMMH XPOMOCOMaMH, 3aJIcP’KUBAET MX BCTYIUICHHE B IIEPBOC
MUTOTHYECKOE jaelieHue orutogoTBopenHoro simna (Puc. 1.3 C (1), (2)). Taxum
00pa3om, SMOpHOHAIbHAS THOEITb IIPU HECOBMECTUMOM CKPEIUBAHUH IIPOUCXOIUT
BejencTBre acuHxpoHHOcTH mepBoro aenenus (Puc. 1.3 C (3), (4)). Ecou o0a
poauTeas HHQHIHPOBAaHBI, TO MX T'€HETHYECKHHA MaTepual  OIMHAKOBO
moaudunuposan pakropom Wolbachia 1 CHHXpOHHOCTH IIEPBOIO0 MHTOTHYECKOTO

nenenuns He Hapymaetcs (Puc. 1.3 C (5), (6)).
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Sl
o

(2)

(3) (4)

Puc. 1.3. Moaenu, WUTIOCTPUPYIOITUE
MexaHu3mel [TH.

A — MOJIEIIb «KITFOU-3aMOK;
B — «TuTpOBaHKME-BOCCTAHOBJICHUECY,
C — «MeqJIEHHOTO IBUKEHUS.

benbie oBaner — 6akrepuu Wolbachia.
Kpacubie Touku — mod-gakrop
Wolbachia. 3enenbie Toukn —
KOMITIOHEHTBI XpPOMOCOM. 3€JICHBIC
cuMBOJIBI — resc-akrop Wolbachia.
YepHbIM IIBETOM BBIICICHBI
OTI[OBCKHE XPOMOCOMBI, CEPhIM —
matepuHckue (u3 Poinsot et al., 2003,
C UBMEHEHUSIMHU ).
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B pamkax TuMoTe3sl MOAM(PHUKAIIMN/CIIACCHHUS BBIACISIFOT YEThIpE Kiacca
Wolbachia mno wux cnocoOHOCTH MOIUGUIMPOBATE/CIIACaTh TE€HETHYCCKHIA
marepuan: 1) mod+/resc+ — Wolbachia cnocobna xak MomupuIupoBaTh, TaK M
CHMMATh MOJU(PHUKAIMIO TEHETHUECKOT0 MaTepruaja (MHBa3UBHBIN Kiacc); 2) mod-
[resc- — 6akrepus He naAyMpyeT L{H 1 He cHuMaeT Moaudukaruio (0eCIroMONITHbIH
win Oe3pas3ianunbiii); 3) mod-/resc+ — Wolbachia ne moguduupyer reneTrueckmii
MaTepuaj, HO MOXKET CHUMAaTh MOAU(HUKAIKIO (3alluTHBIN); 4) mod+/resc- — tak
HA3bIBAEMBIN «CYHIIMIATIBHBINY KIIACC, HE OOHAPYKEHHBIHN B IPUPOJIC U CIOCOOHBIN
TOJIbKO MOIU(UIIMPOBaTh, HO He cracath (Zabalou et al., 2008). Brio nokasaso,
gT0 Kaxapii kiracc Wolbachia Mo)keT OIHOCTBIO WIIH YaCTUYHO HEHTPaIM30BaTh

saussaue Wolbachia gpyroro kimacca (Zabalou et al., 2008; Mercot, Poinsot, 2009).

Tabmuna 1.1. B3auMOOTHOIICHUS] MEXIy 4YETHIPbMsI pa3HBIMH KJIACCAMHU
Wolbachia va ocHOBaHMH HX CITOCOOHOCTH K MOudUKaIy/criaceHuro. [TokazaHb
pe3yNbTaThl Pa3HBIX THIOB CKpemuBaHusi. W™ — HeMH(OUIIMPOBAHHBIC OCOOM; X —

HecoBMecTHMOe ckpentuBanue (u3 Mercot, Poinsot, 2009, ¢ moaudukanusmu).

? mod+/resc+ | mod-/resc+ | mod+/resc- | mod-/resc-
d
W- mod+/resc+ | mod-/resc+ | mod+/resc- | mod-/resc-
mod-+/resc+ mod+/resc+ | mod-/resc+ X X
mod-/resc+ mod+/resc+ | mod-/resc+ | mod+/resc- | mod-/resc-
mod-+/resc- mod+/resc+ | mod-/resc+ X X
mod-/resc- mod+/resc+ | mod-/resc+ | mod+/resc- | mod-/resc-

[Tocnenyronue uccienoBanus BeIsIBWIN, 4TO Ipu L{H npoucxonst Hapymenus

MHOKeCTBa coObITUI TTpoda3bl 1 MeTada3bl B MPOHYKIEYCE camila, B YACTHOCTH,
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aKTUBAIMK IUKIMH-3aBUCMMON KuHa3bl 1 (CdK1), koHAeHcaluu M cerperamuu
xpomocom (Landmann et al., 2009). AxtuBanus IUKIMH-3aBUCUMOW KHHA3bI |
HeoOXomuMa JUIA  3allyCKa XPOMOCOMHOW — KOHICHCAIIMH,  CII€0BATEIIBHO,
HapylieHusT B paboTe 3Toro Oelika MPHUBOASAT K HAPYIICHUIO KOHJICHCAIMH
xpomocom (Royou et al., 2008). Bsuio oTMe4eHO, YTO B HECOBMECTHMBIX
CKPEUIMBAHUSAX MIPOUCXOIUT 3aJepkKKa ocakaeHUs rucToHoB H3.3 u H4 BO Bpems
uHTepdas3sl. B pe3ynbraTe NPOUCXOAUT 3aJepiKKa aKTUBALMHU IIUKINH-3aBUCHMOM
KHHA3b!I | B IpOHYKIIeyce camila 1 Hadauia (a3el MuTo3a (puc. 1.4) (Landmann et al.,

2009).

Hopma MpaBunbHoe

ocaxpaeHue
rmctoHaH3.3

A Cdk1,
@ @ =2 @ = @ T oo

)
b
I YnanexHue
8 OTLIOBCKO# Ypnanexue Hauano 3aBeplueHue
) ﬂ,qepuoﬁ npoTaMHUHOB pennukauuu pennm(auuu
11] obonoyku
6 UH
= U HenpaBunbHoe
8 ocaxaeHue
c rmcTtoHaH3.3
(@] 3agepxka
% akTuBauum Cdk1,
= @ = — *’ 3ajlepXka BxoaaB
Ynanexnue MUTO3
OTLOBCKOW Ynanekue Hauvano 3agepxka
fiAepHou NpoTaMUHOB PENIWKanRn pennukauum unu
obonoyku HernonHas

pennukauusa

Puc. 1.4. Cxema k1109€BbIX COOBITH TTPH (HOPMUPOBAHHUH ITPOHYKIIEYCa cCaMIia
B HOpPMaJbHOM M HECOBMECTHMMOM ckpemmBaHusx (u3 Landmann et al., 2009, ¢

U3MCHCHHSIMHU).

HccnenoBanust mOCIENHETO NECATWIETHS MEXAaHU3MOB BO3HHUKHOBeHus [[H
MOKa3aJld BO3MOXKHOCTh y4acTHusi B HeM maniepona HIRA, cBsi3aHHOTO ¢ TUCTOHOM
H3.3. llantepor HIRA urpaet BaxxHyt0 pojb B OCOXICHUHA THCTOHOBOTO KOMILJIEKCA

H3.3/H4 B nponykiieyce camiia u 3aJeiCTBOBaH B COOPKE OTIIOBCKOI'O XpOMaTHHA
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BO BpeMst hopmupoBanus nponykieyca (Loppin et al., 2005; Bonnefoy et al., 2007).
Bbla ycTaHOBIIEHA CBSI3b MEXTY YPOBHEM dKcIpeccuu Hira u cuitoi mposBisieMoit
[IH: yem HuXe ypOBEHb DKCIPECCHUHU, TEM BBIIIC YPOBEHb HECOBMECTHMOCTH,
unayiuposannoit  Wolbachia. Ilokazano, 4yro Myranmumu 1o reHy Hira y

HePIH(l)I/IHI/IpOBaHHBIX CaMIoB MOI'yT HIPHUBCCTH K AHAJIOTMYHOMY BBI3BIBACMOM

Wolbachia IIH a¢dexrty (Zheng et al., 2011).

1.5.  Kuaaccudukanus Wolbachia

Pox Wolbachia skmouaeT B ce0s enunctBennsiii Bug — Wolbachia pipientis,
JUTSE KOTOPOTO, HA OCHOBAHHH TCHETHYECKOTO pa3HOO0pa3us, BBIICISACTCS 00JIBIIOEe
KOJINYECTBO IIITAMMOB. Bce omNucaHHBIC K HACTOSIIEMY MOMEHTY IIITaMMBI
Wolbachia pacnipenenstorcs mo cymeprpyinam, 4UCiIO KOTOPBIX, MO Pa3IUYHBIM
UcTOYHMKaM, coctaBisieT ot 10 mo 13 (Baldo, Werren, 2007; Werren et al., 2008;
Haegeman et al., 2009; Ros et al., 2009; Augustinos et al., 2011). Kaxnmas
cyneprpymmna o0o3HadaeTcst JatTuHCKoi OykBoi ot A 10 N. B ¢gunorenernueckux
noctpoerusx s Wolbachia ucnonb3yrores pasnuuHble OakTepHaTbHBIE TEHBI
(16SrRNA, wsp, gltA, groEL, hcpA, coxA, ftsZ, gatB, fbpA u apyrue), TOCKOIbKY
pasperaromnias CrrocOOHOCTh KaKJ0ro I'eHa orpaHrueHa. B Hanboliee ycTosBIICHCS

kinaccupukanuu Wolbachia seigensior 7 cyneprpynm: A, B, C, D, E, F u H (puc
1.5).

Mrammer  Wolbachia cyneprpynm A u B sBustorcs  HamOosee
pPacnpOCTPaHEHHBIMUA CPEAM YWICHHCTOHOTHX, OCOOCHHO CpeIr HACCKOMBIX
(Breeuwer et al., 1992; Werren et al., 19953, b), u Tonpko 1is HUX OOHaApyKeHa
CIMOCOOHOCTh K MHAYKIIMHM PEIPOIYKTHBHBIX aHOMaJIHMi y BHIOB-X03seB (Werren,
1997a; Serbus et al., 2008). Bbakrepuiro Wolbachia nHematog oOTHOCAT K
cyneprpynmam C u D (Bandi et al., 1998). Cyneprpynmna E omnmcana Toibko y
xosiem6on (Vandekerckhove et al., 1999; Timmermans et al., 2004). Wolbachia
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Cymeprpymnibsl F oOHapyXHBaIOTCS cpead HEMaTol, a TaKkKe CPeAr HEKOTOPBIX
ywrenncronorux (Lo et al., 2002; Casiraghi et al., 2005; Sakamoto et al., 2006;
Covacin, Barker, 2007; Baldo et al., 2007; Panaram, Marshall, 2007). Wolbachia
cymeprpymmnsl H Obita ommcana Toiapko y TepmutoB (Bordenstein, Rosengaus,
2005). Cymeprpymma G Obuia BbIJIEICHA y NaykoB pojaa Diaea Ha oCHOBaHHH
ananuza renoB Wolbachia 16SrRNA u wsp (Rowley et al., 2004). ITo pe3ynbratam
aHanun3a 1o renam gltA, ftsZ u groEL npuruim x 3aK/IF04eHnI0, YTO JaHHBIN IITaMM
Wolbachia siBisiercst pekoMOMHAHTHBIM MEX Ty IITaMMamu cyrieprpynn A u B, u ve

MOXET OBITh BBIJICJICH B caMOCTOsTeIbHYIO cyneprpyimy (Baldo, Werren, 2007).

YneHHCTOHOTHE

YnneHHCTOHOTHE H
¢HnApHITHbIE HEMATOJBI

0

YneHHCTOHOTHE

PuIApHITHbIE
HEMATOIbI

Konnemb o1
TepnmiTel

Puc. 1.5. Cxemarnueckoe oToOpaxkeHUE OOIIECTIPUHATON Kiaccuukanuu
Wolbachia no cyneprpynmam (u3 Zchori-Fein, Bourtzis, 2012, ¢ u3MeHeHHSIMH).

JlnuHa BeTBel HE OTpakaeT (GUIOTCHETUYECKUE PACCTOSIHUS.

B nanpHelimem, Ha ocHOBaHMM aHaju3a reHoB QItA, ftsZ u groEL Owuiu
BbIJIeJICHBI TpU HOBBIE cyreprpymmbl: Wolbachia cyneprpymnmsl | Obuta 00HapykeHa

y IBYX BHAOB 0J0X, J — y MpeAcTaBUTENel Mapa3UTHUYECKUX HEMAaToi poja
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Dipetalonema, a K — y npeacraBureneii o1HOro Buj1a MayTHHHBIX Kieleld (ROS et

al., 2009).

Ha ocHoBanmu anamu3a reHoB 16SrRNA, ftsZ u groEL y pactutenbHoit
HemaTo el Radopholus similis 6puta Bernenena Wolbachia, koropyto onpenenvim B
HOBYIO cyneprpymny L. Y Tiei Beigenstor ae cyneprpymmsl Wolbachia — M u N,

HO TOJILKO Ha OCHOBE H3MEHYMBOCTH 10 ogHoMy reHy - 1L6SrRNA (Augustinos et al.,

2011).

1.6.  Wolbachia B nonmyasinusix BuioB-xo3sieB

N3 xnaccupukanmu Wolbachia mo cynmeprpymnmam BumHO, 4TO Oaktepus
dopmupyer  OOJBIIOE  KOJMYECTBO  CUMOMOTHYECKMX  acCOlUalMid ¢
NPEJCTABUTEIIIMA PA3JIMYHBIX BHJIOB WICHUCTOHOTMX M Hemaronx. J[ims MHOrmx
BUJIOB, TOMYJSIMKM KOTOpbiX uHbuimposanbl Wolbachia, ormeuaercst Bbicokas
yactora HWHpuUIUpoBaHHBIX ocoOeir (Werren 1997a, b). Ha ypoBeHb
UHQUIIMPOBAHHOCTH MOXKET BIIMATH CTENCHb BBIPAYKEHHOCTH PEMPOTYKTHBHBIX
aHomaynii. Tak, B monmynsnusix ¢ BbicokuM ypoBHeM [{H mons nHuimpoBanHbIx
ocoOeil OObIYHO BBICOKA, a IS MOMyJsiqud ¢ HU3kuM ypoBHeM I[H — moxker
BapbUPOBaTh OT HM3KKX 3HaucHHil 10 Beicokux (Turelli, 1994; Werren, 1997a;
Schoenmaker et. al., 1998). B mesnoMm, ObLIO YyCTAaHOBIEHO, YTO YacTOTa
uHpunmupoBanHoctu Oakrepuerr Wolbachia cpenn pasmuyHbIX BUAOB MOXKET
MpUHUMATH 100 oueHb HU3KHE (MeHbIne 10 %) 3HaueHwus, 1100 OUYeHb BHICOKUE —

ooawiie 90 % (Hilgenboecker et al., 2008).

BessiBaembie  Wolbachia  penponykTuBHBIC — aHOMAlWHM, TaKWe  Kak
napTeHOreHe3, aHaAPOIUI U (DEMUHHU3ALMSI, MOT'YT BIUSATH HA IOJIOBYIO CTPYKTYPY
HOMYJISAIUI, cMelas COOTHOIICHHE TOJIOB B CTOPOHY YBEJIMYCHHS OJU CaMOK
(JIyc, 1947, Jiggins et al., 1998; Hurst et al., 2000; Kageyama et al., 2002; Negri et

al., 2006). YuurteiBas toT (akt, uro Wolbachia mepenmaercss mo martepuHckoii
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JIMHUHU, B TaKUX IOIIYJINUAX YPOBCHb I/IH(I)I/IHI/IpOBaHHOCTI/I TAKXKC JOJIKCH OBITH

BBICOKHM.

[Tockonbky HauboJice MOMYJAPHBIM M yIOOHBIM MOJCIBHBIM O0BEKTOM
TCHETUYECKUX MCCIIE0BaHUN SBIsIIOTCS Myxu poaa Drosophila, nmenno mnst Hux
NPOBEICHO HAMOOJIbIIEe KOJUYECTBO HMCCICIOBAHUNA IO H3YYCHHUIO BIIMSHHS
Wolbachia na Bua-xo3sun. Hanbonee monyasipHeIMH OOBEKTaMH HCCIICIOBAHHM,
Oyarogapsi CBOEH IIMPOKOW pPaCIpPOCTPAHEHHOCTH U TMPOCTOTE COJACPKAHMS,

sBistores Drosophila simulans u Drosophila melanogaster.

1.7.  Wolbachia y apo3oduiana

B Hactosiiee Bpems ais poaa Drosophila ormucano 1178 Bumos, ans 50 u3
KOTOpPBIX T[OKa3aHa WH(QUUUPOBAHHOCTh 3SHJIOCUMOMOTUYECKOW OakTepuei

Wolbachia (GenBank, http://www.ncbi.nlm.nih.gov/Taxonomy,

http://www.taxodros.uzh.ch/). Cpeau nposodumuax Wolbachia sei3siBaeT Takue

PENPOAYKTUBHEIC aHOMaJIuH, KakK aHaponunug nu oUuTOoIIasMaTuuYeCKas
HECOBMECTHMOCTD. SIBJIeHHE aHAPOLKIa ONKcaHo i AByX BumoB Drosophila: D.
bifasciata u D. innubila (Veneti et al., 2004, Dyer et al., 2005). I1H Bctpedaercs y
tTakuX BuaoB, kak D. paulistorum, D. simulans u D. melanogaster, npuuem y

D. paulistorum ona mposiBisieTcsi B BHIC IBYHAIPABICHHONH HECOBMECTUMOCTH

(Miller et al., 2010).

1.7.1. MrTammsbr Wolbachia y Drosophila simulans

s Drosophila simulans onucano 5 mrrammos Wolbachia: wAu, wHa, wMa,
WNO 1 WRIi. DTH mtaMMBbl OTJIMYAIOTCSA APYT OT APyra MO CTEHEHU MPOSBICHHS
PeNpOAYKTUBHBIX aHOMAJIUH U 10 pacpOCTPAHEHHOCTH B IPUPOIHBIX MOIMYJIISIIHAIX

D. simulans. Takxke 3TH IITaMMbl pa3IMYaAIOTCS IO CBOEMY IOJIOKECHUIO B


http://www.ncbi.nlm.nih.gov/Taxonomy
http://www.taxodros.uzh.ch/
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cyneprpymmax Wolbachia: wAu, wHa u WRi otHocsTcs kK cyneprpymne A, a wMa

u WNO — k cyneprpymnne B.

Haubosee pacrnpocrpanennbiM B mupe mrammoMm Wolbachia y D. simulans
sBisieTcst WRI, BriepBble 0OHapykeHHbIi B omysinusax Kamudopauu (Hoffmann et
al., 1986). OH pacnpocTpaHeH B OOJIBIIMHCTBE KOHTHHEHTAJIBHBIX HPUPOIHBIX
nomyysiiuii Adpuku, ABcTpanuu, AMepukd ¥ EBpombl. DTOT mTaMM BBI3BIBACT

Haubosee cubHyI0 [IH 1 iposBisieT cuimbHYyI0 crtocooHoCTh K mHBaszuu (Hoffmann

et al., 1990; Turelli, Hoffmann, 1991; Turelli et al., 1992).

Itamm WHa Obut BriepBbie onmcad B monyssimusx D. simulans TaBafickux
octpoBoB (O’Neill, Karr, 1990). Dtor e 1mraMM 0OHapPYXMBAETCS B MOMYJISIUSIX
octpoBoB @Dpanuys3ckoit I[lomuuesun, Cenmienbckoro apxumnenara u Hosou
Kanemonun (Montchamp-Moreau et al., 1991; Mercot et al.,, 1995; Rousset,
Solignac, 1995). Ou takke crmocoOeH Bo3biBaTh 1IH y BHma-xo3suHa, OQHAKO €€

ypOBEeHb Topa3io Hike, ueM [{H, Bei3piBacMas mrammoM WRI.

[Itamm WAU BrnepBble ObLT ONMUCAH JJI HOMYJISIUUNA ABCTpaJIMU, HO TaKke
BCTpeYaeTcs B nonyssiusax Manarackapa, 3anagHoil Agppuku u JkBagopa (Mercot
et al., 1995; Rousset, Solignac, 1995). /las storo mramMmma He ObUTO OOHAPYKEHO

criocoObHoctu kK uHAyKuuu [{H y Buga-xo3suna.

[IITamm WMa ObL1 ontcaH i onyJasaiui Mamgarackapa v Apyrux MOy
Bocrounoit Appuxu (Nigro, 1991; Rousset, Solignac, 1995). /{ns Hero, Kak U 1Jis

WAWU, He oOHapykeHo criocoOHocTH K nHaykuuu [TH.

[ramm WNO pacnpocTpanen Ha octpoBax CeHIIeNnbCKOTO apxurmenara u
Hogoit Kanenonuu (Mercot et al., 1995; Rousset, Solignac, 1995), u sBasiercs 1[H-
uHAynupyommM. OIHaKo cliydar HHOUIUPOBAHHOCTH MYX TOJIBKO TUM IITAMMOM
B MPHUPOIHBIX MOMyJAIUAX M0BOJbHO penku (James et al., 2002). O6bIYHO OH

NPUCYTCTBYET COBMECTHO co mrammoM WHa (Mercot, Charlat, 2004).
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1.7.2. HOurorunsl Drosophila simulans

OupocumoOmorndeckas Oakrepus Wolbachia, momo0HO MUTOXOHIPHSIM,
HACJIEAYETCS MO MATEPUHCKOMY THITY: MEPENACTCA W3 MOKOJEHUS B IOKOJIEHHUE
BUJIa-X035IMHA CTPOrO0 BEPTUKAIBHO — OT CaMKHM K MOTOMCTBY. Takum o0Opazom,
MOXKET TPOCIICKHBATHCS ONpeeiicHHas B3auMocBsi3b Mexay Wolbachia wu
rariotunamMu - MutoxoHapuanbHo JIHK (MuToTMnmamm) Buma-xossimHa. Jlis
HEKOTOPBIX BHUJIOB WICHHCTOHOTMX, Takux, kak Armadillium vulgare wu
Porcellionides pruinosus (Isopoda), Solenopsis invicta u Biorhiza pallid
(Hymenoptera), Culex pipiens, Aedes albopictus, Drosophila simulans u D. recens
(Diptera), noka3zana conpsbkeHHas reHoMHas m3meHunBocTh MT/IHK u Wolbachia
(Kambhampati et al., 1992; Ballard, Kreitman, 1994; Guillemand et al., 1997;
Marcad et al., 1999; Raimond et al., 1999; Rigaud et al., 1999; Shoemaker et al.,
1999, 2003, 2004; Rokas et al., 2001).

[To HUTOTHIIOM CIIEAYET IMOHUMAaTh COBMECTHO HACICAYEMYIO aCCOIMAIIHIO
mutotuna u mramma Wolbachia. s Drosophila simulans onucans! Tpu MutoTHITa
sil, sill u silll (Solignac, Monnerot, 1986). Wolbachia y »toro Buma
nojipaszeinsercs Ha 5 mramMmoB — WAU, wHa, WRi, wMa u wNo (Hoffmann et al.,
1986; O’Neill, Karr, 1990; Nigro, 1991; Mercot et al., 1995; Rousset, Solignac,
1995; a Taxxe oboOmiaromnas cratbs Mercot, Charlat, 2004). beun 0OHapy KeHbI
3aKOHOMEPHOCTH B cOHaclieoBaHuK pa3Hbix mrammoB Wolbachia ¢ murtornnamu
D. simulans. Tak, mis mutotuna Sil ObLIO MMOKa3aHO COHACICIOBAHUEC C ABYMS
mrammamu Wolbachia — wHa u wNo. urotun wHa-sil oOHapyxuBaeTcsi B
nonymsnusx D. simulans nugo-tuxookeanckux octpoBoB (Montchamp-Moreau et
al., 1991; Mercot et al., 1995; Rousset, Solignac, 1995), B To BpeMst Kak IIUTOTHII
WNO-Sil He BcTpewaeTcs CaMOCTOATEIBLHO B MPHUPOE, MOCKOIBbKY InTaMMm WNO

BCTPCHACTCA B NONIYJIOUAX TOJBKO COBMCCTHO CO HITAMMOM wWHa u q)opMpreT
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murotun WHa-wNo-sil. JIaHHBIH TUTOTHIT pacIPOCTPAaHEH TOJIBKO B MOIYJISIIHSX
octpoBoB Hosoii Kanenonun u Celimensckoro apxunenara (Mercot et al., 1995;

Rousset, Solignac, 1995).

C murotuniom Sill compsbxen mramm Wolbachia wRi (Dean et al., 2003),
obpasys 1urotunn  WRI-sill, pacmpocrpaHeHHBI  cpear  OOJBINIMHCTBA
KOHTHHEHTAIBHBIX momyssnuid D. simulans. Taxxke ¢ mutotunom Sill coBmecTHO
Hacneayercs mramm WAU, ogaako nurtotunn WAU-Sill BcTpeuaetcst B MOy siusx
ropazfo pexe (Turelli, Hoffmann, 1995; Hoffmann et al., 1996; James, Ballard,
2000; Charlat et al., 2003).

C mutotunowm Silll y D. simulans conpsbken Tonbko oaun mramm Wolbachia
— wMa. O6pasyemsrii mutotun WMa-silll  Takke He sBiseTcs MUPOKO

PaCIIpOCTPaHCHHBIM U BCTPCUACTCA B HCKOTOPBIX ITOITYJIAIMUAX BocTrounoi A(i)pI/IKI/I

(Nigro, 1991; Rousset, Solignac, 1995; James, Ballard, 2000; Charlat et al., 2003).

1.7.3. IIrammel Wolbachia y Drosophila melanogaster

Y 6mmskoro k D. simulans Buma — D. melanogaster, onucan eIuHCTBCHHBIN
mramm Wolbachia — wMel. Ha ocnoBanmm mansbix no noimmopdusmy JJHK
OakTepuu OBLIO YyCTaHOBICHO, 4TO mpoucxoxaenue Wolbachia mias storo Buua
monodmietnuno (Bourtzis et al., 1994; Zhou et al., 1998; McGraw et al., 2001; Sun
et al.,, 2001; Kang et al., 2002; Iturbe-Ormaetxe et al., 2005). Drotr mTamMm
OTHOCHUTCS K Cyneprpynie A H sIBJISETCS IUPOKO PACIIPOCTPAHEHHBIM B IPUPOIHBIX

nomysiusix D. melanogaster.

Pasmep renoma Wolbachia mramma wMel cocrasisier okosno 1,3 MO u
BKitoyaeT B cebs okosno 1300 renoB (GenBank NC _002978). Jlns naumOosee
BapuaOeIbHOrO reHa WSP, NIMPOKO MCIOIB3yEeMOro B (DHIIOTCHETHYSCKOM aHAJH3e

Wolbachia, 6pu11 BIICIICHBI €IMHUYHBIC JUBEPTHPOBABIINE KJIOHBI, HA OCHOBaHUH
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KOTOPBIX HEJIB3S TOYHO ONPEJICIUTh PCaIbHOC BpEeMs JIHBEPIEHIIMU OaKTepuH,
IIOCKOJIbKY OHH OTJIMYAIOTCS TOJBKO OJHOW-IBYMs 3ameHamu (Braig et al., 1998;

Pidiyar et al., 2003).

Ha ocHoBanuu aHaju3a mojuMopgusMa 1o ST MapKepaM reHoMa, B paMKax
mrramma WMel Beiensitor 5 renorumnos (Riegler et al., 2005; Ilinsky, 2013): wMell,
wMelCS, wMelCS2, wMel2, wMel3 (Puc. 1.6). B Xoie BBINOJHEHHUS JaHHOM

paboTHI BBIICIICH €Ile OJTUH HOBBIH, 6- reHOTHII, 0003HaueHHbIH HamMu WMel4.

1S5
WDI310 |\ VNTR-141
VNTR-105 6 VNTR-105 !
4 5
wMelCS wMel
/ <
1S5
WDO0516/7
IS5
WD1310  yNTR-141 VNTR-141 VNTR-141
6 6 7
VNTR-105 VNTR-105 VNTR-105
5 5 5
wiMel2 wMel3
& 1ss ,
# woosier

Puc. 1.6. I'enotuner Wolbachia mramma wMel. Cepblit psIMOYTOJIBHHUK CO
crpenkoir — mHBepcust; VNTR-105, VNTR-141 — taHaeMHbIC MOBTOPHI (YUCIIO

OBTOPOB 0003Ha4YeHO nuppamu nox aumu); [SS WD1310 (1S5 WD0516/7) — nmokyc

BCTPOMKH MHCEPIMOHHOM mocieaoBareabHocT (Riegler et al., 2005).
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Kak BugHO U3 puc. 1.6, 1aHHBIC TeHOTHUIBI OTIIHYarOTCs: (1) Mo KOJUYECTBY
taHaeMHbBIX TOBTOPoB VNTR-105 1 VNTR-141, (2) Mo HaJIu4HiO W OTCYTCTBHUIO
BCTaBKM MHCEPIIMOHHOM mociieoBatensHocTH 1S5 B mokycax WD1310 u WD516/7,
(3) mo mammumrio/orcyrcTBHi0O npoTskeHHon uHBepcuu (Riegler et al.,, 2005;

WNnunckuit, 3axapos, 2007a, 6; Ununckuit, 2008).

Hau6osee mmpoko B mupe pacrpoctpanensl WMel- 1 wMelCS-renoTumbt
Wolbachia: onu mnpucyrctByror B momymsmmsx D. melanogaster CesepHoii
Awmepuku, Appuxu, ABctpanuu u EBpasuun. OcTalbHbIE TE€HOTHUIIBI OTHOCSTCS K
gucity peakux (Riegler et al., 2005, Nunes et al., 2008). Tak, resorun WMel2
BCcTpeuaeTcss B momyisanusx D. melanogaster Smonwm, Tawmnanma, Kwuras,
Gdumunnud 1 Uaaun, WMelCS2 Berpeuaercs B nonyisanusx Bocrounoii EBponsl
Cpenneit Asum, a reHotunn WMel3 Obu1 oOHapykeH B €IUHHYHOM cliydac B
nabopatopuoii smmuuu. Wolbachia renotuna wMel4 Oputa oOHapyxkeHa B
nonyssiiuu n-oBa Cunait (1linsky, 2013). OTu 111ecTh TEHOTHIIOB MOIPA3ACISIOTCS
Ha aBe rpynmsl: rpynmna MEL (renotunis WMel, wMel2, wMel3 u wMel4) u rpynima
CS (wMelCS u wMelCS2) (llinsky, 2013). BHyTpr Ka)Kmaoil TpymImbl TeHOTHUITBI
OTJIMYAIOTCS MEXIYy COOOM HE3HAYUTENhHO, B TO BpeMs, KaK OTIMYUS MEXKIY

I'CHOTHUIIAMHU PA3HBIX I'PYIIIT AOCTATOYHO BCIINKHU.

1.7.4. Iurorunsl Drosophila melanogaster

VY Drosophila melanogaster seigenstor ogun mramm Wolbachia — wMel,
KOTOPBIN TMOApa3aenseTcs Ha 6 pa3inuuaronmxcs MEXIy cOOO0W TeHOTHUIOB (CM.
pazaen 1.7.3). [lpu ananmuze ydyactka MTIHK, nporsokenHocteio 499 m.H., reHa
NepBOM CyObeIMHUIIBI IUTOXpOMOKcH1a3bl C u3 pariona 2151-2649 (oTHOCHUTEIHHO
aHHOTUPOBAHHOM MOCIeA0BaTeIbHOCTH MoaHOTO reHoma MT/IHK nunuu Oregon-R

— AN: AF200828), Obutud BBISBICHBI TpPH MHUTOTHIIA, PA3IAYAFOIIUACCS

noaumopduzmom B mosurusax 2160(C/T) u 2187(C/T) — «CT», «TC» u «CCx»
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(llinsky, Zakharov, 2006; Mnunckwuii, 3axapos, 2007a, 0). Bbuto ycTaHOBJIEHO, YTO
Wolbachia remotuna wMel mpucyrctByer y ocobeli ¢ muroturiom «CTy», ocodu ¢
mutoTHIIOM « T C» nHpUImposansl 6akrepuei renotria WMelCS, a mutorumn «CC»»

accoruuposan ¢ Wolbachia renoruma wMelCS2.

B npanpHelimem, mnpu  TOAPOOHOM  (PHIIOTEHETHYECKOM  aHAJM3e
nocienoBareiabHocTelt MTJITHK D. melanogaster, nporsokeHHOCTBIO 2757 ILH. U
1280 mn.H., Obuto BbimeneHo aABe kimanel MT/HK, kaxgoil u3 KOTOpBIX
cooTBeTcTBOBasa cBos rpymmna reHorunoB Wolbachia (llinsky, 2013). K S-kiane
otHocstest reHoTunbl Wolbachia CS-rpynmer: wMelCS u wMelCS2; x M-knane —
reHotunbl MEL-rpynmer: wMel, wMel2, wMel3 u wMel4. Ha ocHoBanum 3THX
nauaeix s D. melanogaster Beiaensior cnenyromue murotunsl: M-MEL u S-CS
s naunmpoBanHbix Wolbachia ocobeit, M-w™ u S-w™ — mist HemH(pUIIMPOBAaHHBIX
ocobeil. YacToThl BCTPEYaEMOCTH JAHHBIX HUTOTUIIOB B MPUPOJHBIX MOIMYJISALUAX
D. melanogaster cunsHO pasnuyatorcs. Ha murotunsr M-MEL 1 M-w™ ipuxoautcst
6omee 90 % pa3zHooOpas3us, B TO BpeMsl Kak ITUTOTUTIBI S-CS 1 S-W™ BCTpedaroTcs ¢

gyacroroit MenbIie 10 % (Ilinsky, 2013).

1.8. HndunupoBaHHOCTh MpUpOAHBIX momyasiumii D. melanogaster u

D. simulans cumounoTnyeckoii 6akrepueii Wolbachia

B mnwmonepckoit pabdore (Solignac et al., 1994), na ocHoBanum aHainmza 266
muauii D. melanogaster Owsuto ycranorieno, uro Wolbachia mpucyrcteyer
MpaKTHUYEeCKH BO Bcex permoHax Mupa c yactoroit 10-40 %. HccnemoBanue
pacnpoctpanenHocta Wolbachia B momymsmusax D. melanogaster nstu pernonos
MHpa BBISIBUIIO MPUCYTCTBHE OAKTEPUU BO BCEX MOMYJIALMUAX C YACTOTOM OT 1 10
80 % (Vesprool, Haddrill, 2011). Haubosnee akTHBHBIC HMCCICAOBAHUS YACTOT

undunuposannoctu Wolbachia npupoausix nonyssiuii Drosophila mposoaumuce
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s D. melanogaster Bocrounoro modepexns Apctpaiuu (Hoffmann et al., 1994,
1998), u g D. simulans Kamudgopuuu (Turelly, Hoffmann, 1991, 1995).

s kamudopHuiickux nonyssiuii D. simulans Obuto mokaszano, 4To 3a JiBa
rojga apean pacrnpocrpanenus Wolbachia cymecrBenno pacmmpmics ¢ rora Ha
ceep mrara (Puc. 1.7) (Turelly, Hoffman, 1991; Turelly et al., 1992). Ilo
pe3yabTaTaM  IPOBEJACHHOTO  HCCIICJAOBAaHUS  YacToTa  HMH(PHUIIMPOBAHHOCTH
Wolbachia B monynsiusx 3Toro peruoHa B cpelHEM cocTaBuiia 65 % ¢ pazMaxom

3HaueHuii ot 32 10 98 %.

1990

Central Valley

Puc. 1.7. Pacnonoxenne kanudopHuiickux nomyssiiuii D. simulans B 1990 u
1992 rr. u oneHka 4acToThl MHGEKIHMHU. 3alITPUXOBAHHBIE YACTU AUArpaMMm —

yactotsl ek (u3 Turelly, Hoffman, 1995).



36

WccnenoBanust yactor wuHbuimpoBanHoctu Wolbachia B  mpupognsix
nomyysimusix - D, melanogaster ABcrpanmuu OOHapyX WM WX KOPPEISIHMIO C
reorpaMUeCKUM PpaCIOIOXKCHHEM. B cpelHeM YacTOThl HMMEIH 3HAYEHUS B
nuarnaszoHe ot 18 1o 85 %, HO IS MOMyJIAIUI FO)KHBIX PETHOHOB MaKCUMAJIbHBIC
yacToThl He npeBbimanu 20 %, B TO BpeMsl, Kak B CEBEPHBIX PETHOHAX OHU MOTJIH
nocturath moutd 100 %. [Ipenmonaraercs, 4To 4actora MHOUIMPOBAHHOCTH Ha

ceBepe ABCTpaJIMM BCETa BBIIIC, YeM B FJKHBIX pernonax (Hoffmann et al., 1994,

1998).

[TpoBenennsle g monyisiuii D. melanogaster EBpasum wucciemoBaHwus
gactoT BcTpeuaemoctu Wolbachia BersiBiim cpenauii ypoBeHb HHQUIIMPOBAHHOCTH
okosio 60 %, omHaKo Mg Pa3IMYHBIX TMOMYJSIUA OH MOXXET BapbUpPOBaTh B
mmpokux mnpegenax (ot 15 go 100 %). Jns nmomynsiuuit Antas u Cpenneid Azuu
ObLJTM OTMEUYEHBI CaMble BBICOKHE YpOBHM HHGUIMpoBaHHOCcTU — 56 u 64 %,
COOTBETCTBEHHO. [lma monynsauuid Bocrounoi EBponbl cpelHUR YpOBEHb
uHupoBaHHocTu coctaBui okojio 40 %. Cnexyer 0co00 MOAYEPKHYTH, YTO B
X0JIe MPOBEICHHBIX HccienoBanuii nomysiuu D. melanogaster EBpaszuu He Ob110
BBISIBIICHO HHM onHOW HemH¢uimpoannoit Wolbachia momymsuuu (Mnuuckuid,

3axapos, 2007a, 0; Waurckuit 2008).

Anaim3 reHoTtunuyeckoro pasHooOpasus  Wolbachia B npupognbix
nonyisinusax D. melanogaster pa3nudHbIX perHoHOB MUpa MOKa3ajl, 4To Hauboee
pacIpoOCTPpaHEHHBIM U3 MIECTH ONMCAHHBIX IeHOTUNOB Oaktepuu siBisiercs WMel
(Riegler et al., 2005; Nnunckuii, 3axapos, 2007a, 0; Mnuuckuii 2008; Zakharov et
al., 2010; Ilinsky, 2013). Tak, mana momymsuuii D. melanogaster Bocrounoii
EBpombl, yactora ocobeit, Hecymux Wolbachia renotnma wMel, B cpennem
cocraBisieT 96 %, ans nonynsauuii Cpennert Azuu — 80 %, a s monymsiuit Anras
— 72 %. Taxxe mns eBpasuiickux momynsuuii D. melanogaster 6b110 MoOKa3aHo
npucytctBue “penkux’ renorunos Wolbachia — wMelCS u wMelCS2 (Mnunckuid,
3axapos, 2007a, 6; Mnuuckuit 2008).
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1.9. Pacmpocrpanennocts Wolbachia cpexm sadopaTopHbIX JmHMIG

Drosophila melanogaster

HecMmoTpsi Ha CpaBHUTEIHHO XOPOIIYI0 H3YyUYEHHOCTHh PACIPOCTPAHCHHOCTH
Wolbachia B npupomusix monymsusax D. melanogaster, umeercs Majio JaHHBIX O
pa3HOOOpa3uM TEHOTUIIOB ITOW OAKTEpUW CPEOW JIMHUMN, TOJACPKUBAIOIINXCS B
doHmax mo Bcemy Mupy. B TO xe Bpems KoimyecTBO Jaboparopuii U OHIOB, B
KOTOPBIX MPOBOIATCS mccienoBanus Ha D. melanogaster B mupe ocraercsi o4eHb
BBICOKMM. YUUTBIBas BO3MOKHOCTh BiusiHus \Wolbachia wa opranusm Buna-
X035MHa, HEOOXOJWMO  yYUTBHIBATh CTAaTyC HMHQPUIMPOBAHHOCTH  JIUMHUM,
UCIIOJIB3YEMBIX B JKCIIEpUMEHTaIbHOM pabote. IlepBOil MOMBITKOW OLIEHKU
UH(PHUIIMPOBAHHOCTH JTabopaTopHbIX JTuHKK Drosophila melanogaster crana pa6ora,
B KOTOPOH NPHUBOJATCSA JaHHBIC aHanmu3a pacnpoctpanenHoctu Wolbachia cpenn
JMHUAN oHOTO M3 KpymHeimux ¢onmoB — Bloomington Drosophila Stock Center
(BDSC) B CHIA (Clark et al., 2005). Anaiu3 mpoBOIHIICSA KaK JUIS MYTaHTHBIX
JVHWA, TaK W JJIS JIMHUH JUKOTO THIA, COOpaHHBIX B pa3HbIC Tofa B Pa3HBIX
pernoHax wMupa, Bcero 609 nuuuil. bputo ycTaHOBIEHO, YTO oOOIIas OJIS
WHQOUIUPOBAHHBIX 0CO0CH KaK CpPeJM MYTAHTHBIX, TAKM W CPEIU JIMHUH TUKOTO
TUMA MPUMEPHO OJMHAaKOBA — 29 m 23 %, cooTBeTCTBEHHO. Bapuaiusi ypoBHs
WHQUITUPOBAHHOCTH MEXKIY Pa3HbIMH KJIaCCAMU MYTaHTHBIX JIWHUI coctaBuia 10-
45 %. Takxe Obu1a OOHApPYKEHA Pa3HULA YPOBHS HHPUIUPOBAHHOCTU KaK MEXKIY
TPYyNITAMHA C MyTaIMsIMU B Pa3IMYHBIX XPOMOCOMAX, TaK M BHYTPH ITHX rpymil. B
paboTre OBLIO MOKAa3aHO, YTO CPEAM JIMHWUW, HECYIIHX JIETAJIbHbIE MyTalluk B X-
xpomocome, 60 % wunbumupoansr Wolbachia. B To e Bpewms, ypoBeHb
WHQUITUPOBAHHOCTH Y JIMHHH, HECYIIIUX JICTATbHBIC MyTAIlUU B XpOMOCOMax 2 u 3
cocraBun Bcero 16 %. Taxke Obula oOOHapykeHa pa3HUIA B KOJMYECTBE
WHOUIIMPOBAHHBIX 0COOEH MEXIy JIHHUSMHU-0anmaHcepaMu MO0 X-XpOMOCOME,
JUHUSMHA, HECYIITUMU JIETICIIUU WU JIeTalbHbIe MyTaluu B X-xpomocome — 40, 12

u 60 %, coorBercTBeHHO. OJHAKO aBTOPHI CTaThbU OOXOMAATCS 0€3 KaKuUX-IuOo
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0OBSICHECHUH TAHHBIX Pe3yNbTaToB. Takke B JaHHOH padoTe HE MPOBOIMIICS aHAJIH3
reHoTunudeckoro pasnoooOpasust  Wolbachia cpenn wuHbUIIUpOBaHHBIX U

MUTOTHITHYECKOTO Pa3HOOOpa3wsi HenHpUIMpoBaHHbIX nHUA D. melanogaster.

1.10. MoaeaupoBanue JAHUHAMUKHA HWHOUIUPOBAHHOCTH TMPUPOIHBIX

nomyasimuii D. simulans u D. melanogaster 6akrepueii Wolbachia

V3MeHeHus: ypoBHS HHPHUIIMPOBaHHOCTH Tomysnuii cumouontom Wolbachia
HAMpsAMYIO CBS3aHbI JHOO CO CTCMEHBIO BBIPAKEHHOCTH PEIPOTYKTHBHBIX
aHoOMajui, uHAyuupoBaHHbix Oakrtepuert (Turelli, 1994; Werren, 1997a;
Schoenmaker et al.,, 1998; Cheng et al., 2000), aubo ¢ KakuUM-THOO
MYTYyaJTUCTHYCCKUM B3auMoaericTereM Mexxay Wolbachia u Bugom-xo3sunom. J{ist
IIH nomo0Hast B3aMMOCBSI3b BBIpaKEHa OCOOCHHO SPKO: MPH BICOKOM ypoBHe [TH
UHQHUIIMPOBAHHOCTh IOMYJISAIMNA BBICOKAs, a MNPH HH3KOM MOXET IIHPOKO

BapbUPOBATb.

Taxke Ha 9acTOTy MH(PHUIMPOBAHHBIX O0COOCH B TOIMYJISAIIMM MOYET BIUATH
Takol (pakTop, Kak HEMOJIHAs MaTepuHCKas mepepada. JlaHHoe siBiIeHHE OBLIO
ormucano Juist monyisiui  D. melanogaster (Hoffman et al., 1998). Owno
3aKJIF0YAETCSl B TOM, YTO B MTOTOMCTBE MH(DHUIIMPOBAHHON CAMKUA MOTYT MOSIBUTHCS
HenHpuimpoBanubie 0coOu. [1og00HBIN 3DHEKT MOXKET CYIIECTBEHHO YMEHBIITUTh

4acTOTY HMH(EKUMH B TMOMYJISUUHU, BIUIOTH JO €€ MOJHOIO «HU3JICUYECHHS» OT

Wolbachia.

Ha ocHoBanum wuccieoBaHui mNpupoaHbIXx monmymsimuid  D.  simulans
Kamudopuuu, undunupoanusix Wolbachia mramma WRI, Oblia mpemoxkeHa

MaTeMaTHUeCKass MOJIE/b I pacyeTa JuHaMUKU MHuipoBanHoctu (Hoffmann

et al., 1990):
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_ p.(1—p)(1-5;)
1—35:p. — Spp(1—p,) — .I‘-'Shpr:[l _Sf}l

Pr+1 (1)

JlanHast MOJeNlb yYUTHIBAeT HanOoJiee Ba)KHbIE (PAKTOPHI, KOTOPHIE MOTYT
BJIMATL Ha MHN3MCHCHHUA YACTOTLI I/IH(beKHI/II/I B IIOIIYJALIWH: Sh — YPOBCHb
HCCOBMCCTHUMOCTHU MCKIY HCI/IH(i)HHI/IpOBaHHI)IMI/I 41 I/IH(bI/IHI/IPOBaHHBIMI/I OCO6HMI/I,
St— nepumuT MI0T0BUTOCTH, (4 — YPOBEHD HEMOJIHONW MAaTEPUHCKOW repeaadn. 3Has
3HAYCHHS 3THX IapaMETPOB, a TAKXKE YaCcTOTy MH(PEKIIMH B MOMEHT BpeMeHnu t (),
CTAHOBHUTCA BO3MOJKHBIM PACCUUTATh YaCTOTY I/IH(l)eKI_II/II/I B CJ'IeI[yIOH_[I/Iﬁ MOMCHT

BpeMeHH (Pi+1).

OCHOBBIBasICh Ha 3TOM MOIeIH, ObLIA ONpEEIeHa CKOPOCTh PACHPOCTPAHECHHUS
Wolbachia B kanudopuuiickux nonyssiusx D. simulans. beuto ycrtaHoBiaeHo, 4To
UH(DEKIUS pacIpPOCTPAHSIETCS B MOMYJIALMKU C OYE€Hb OOJIBIION CKOPOCTBIO: 33 TOJ
OHAa MOXET npeoaoseTh paccrosHue Oosee 100 kM. Ilomynsiuu, rae uHpEKus
BCTpEYaJIaCh OYEHb pEIKO, B TEUECHHE TpeX JET OKa3aluCh IIOJHOCTHIO

unduuposansl Wolbachia (Turelli, Hoffmann, 1991).

[lozmHee naHHYIO MOJENbh OBUIO TPEIJIOKEHO MPUMEHUTh K TMOMYJIAIHIM
D. melanogaster (Hoffmann et al., 1998). Onxnako mnpu pacueTe IUHAMUKH
WHOUIIMPOBAHHOCTH HEOOXOJAMMO YYHUTHIBaTh TOT (akT, uro ypoeHb [[H B
MPUPOJTHBIX MOMYJSIUAX ITOTO BUIA JIMOO OUEHb HU3KUH, THO0 OTCYTCTBYET BOBCE.
CrnenoBatenbHO, BIUSHUEM JAHHOTO (pakTopa Ha JUHAMUKY MH(ULUHUPOBAHHOCTH
MOJKHO TipeHeOpeub. B atom ciayuae momens (1) mpruoOpeTaeT ciieyonui BUI;:

_p(1—p@)(1-5;)
1—5.p, |

(2)

Prsa

W3 nanHOTO ypaBHEHUS CIENYET, YTO, IPH HAJUYHMH B TOMYJISIIUNA HEMOJIHON
MaTepUHCKOW Tepenayd 4 W/WiIM Tpu  KOJeOaHWSX 3HaydeHus Aeuiura
I00BUTOCTH S Mekay 0 u 1, ypoBeHb HH(PEKIIUN JTOJDKEH CHIDKATHCS BILIOTH 10

MOJTHOM AnuMuHanmu 6aktepun u3 nonyssiiun. s D. melanogaster va ocHoBanuu
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HKCIIEPUMEHTAJILHBIX  JAHHBIX OBUIO  YCTAaHOBJIEHO 3HAYEHHE  HEMOJIHOM
MaTepUHCKOH nepenayu Ha ypoBHe 2-3 %, T.e. u3 100 moTOMKOB HHPHUITUPOBAHHON
caMKu 2-3 ocoOu OynyT HEeMHUIMPOBaHBL. B OTCyTCTBHE KakuxX-TuOO IPYyrux
(bakTopoB, BIAMSIONIMX HA YacTOTy WMH(MEKIUU, IPU TaKOM 3HAUYEHUU U JIOJKHO
HAOIOJaThCSl TIOCTENIEHHOE YMEHBIICHUE J0MU WHOUIMPOBAHHBIX 0cCO0ei B
nonysnus B TeucHue S50 mokosrenuii ¢ 50 o 14 % (Hoffmann et al., 1998). Mcxons
U3 3TUX JAHHBIX, & TAK)KE YYUTBIBas TOT (aKT, UTO 4acCTOTa UH(PUIIMPOBAHHOCTU
npupoanbix mnomyisinuid  D. melanogaster ouyeHp BBICOKA, OBLIO BBIIBUHYTO
IOPEINOJIOKEHHE O BO3MOXXKHOM MYTYaJIMCTHYECKOM XapakTepe cumOunosa

Wolbachia-D. melanogaster (Hoffmann et al., 1998).

1.11. Tlpumepbl MYTYAJUCTHYECKMX B3aMMOOTHOUIEHWH OakTepum

Wolbachia ¢ pa3upiMu BugamMu

[Iupokast pacnpocTpaHEeHHOCTh SHAOCUMOHOTHYecKoi OakTepun Wolbachia
CpeM YWICHHCTOHOTHX U HEMATO 00€CIIeYnBACTCS B OCHOBHOM PEIIPOAYKTUBHBIMU
AaHOMAJIUSAMHU, KOTOPbIC CHMOMOHT HWHIYLHMPYET y BHIAa-xo3suHa. OmHAKO IS
HEKOTOPBIX  cumOmoTuueckux  cucteM  Wolbachia—Bua-xo3sma  mokaszaHo

MYTYaJIUCTUYICCKOC BIIMSIHUC 6aKT€pI/II/I.

Iins  cenoema Liposcelis tricolor Obuio mokazaHo, 4YTO — yAaleHHE
srmocum6OuonTa  Wolbachia  mpuBoguT K CyIIECTBEHHOMY  CHUKCHHUIO
NpUCHOCcO0JICHHOCTH X03siMHA. B yacTHOCTH, HaONIOMaeTcsl yBEeIMUeHHE BPEMEHH
Ka)JI0¥ CTa UK pa3BUTHUS U YMECHBIICHHE BEDKHBAEMOCTH HE3pEIbIX 0coOei. Takxke
HAOJIIOIaJIOCh  YMCHBIIIEHUE IUIOJOBUTOCTH W TPOJIOJDKHTEIBHOCTH HKU3HH

cBoboaubIX oT Wolbachia ocobeit, mo cpaBHenuto ¢ naduimpoBanHbpiMu (Dong et

al., 2007).

Y xomapoB Aedes albopictus sumocumbuont Wolbachia semsiBaer I1[H.

OpnHako A1 MHQUIIMPOBAHHBIX CAMOK OAKTEPUS IA€T MPEUMYILECTBO, YBEIUUYUBAS
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MPOJIOJDKATEIBHOCTh KU3HM W KOJMYECTBO OTKJIAABIBACMBIX SHII. Takke Yy
WHOUIIMPOBAHHBIX 0COOEH B COBMECTUMBIX CKPEITUBAHUIX HAOII01aeTCs OOIBITUI

ypoBeHb BeLTyILIIeMocTH stutl (Dobson et al., 2002).

VY aBcTpanmiickoii (opMbl TapasuThieckoi ocel Eretmocerus mundus
HaOmromaercss uuaynuposanHenidi Wolbachia maprenorene3. OOHapykeHO, YTO
UH()HUITUPOBAHHBIE CAMKH IPUHOCAT OOJIBIIIE IIOTOMCTBA B KK/IOM ITOKOJICHUH, YeM

HeuHumposanueie (De Barro, Hart, 2001).

Myryanmuctuueckoe Biaussaue Wolbachia o6HapyxeHo 11 Bua IOCTEIEHOTO
xioma Cimex lectularius, y xoroporo, mpu yhajJieHWu OaKTepuu, HaOIrOmaeTCs
3aMeJIeHHEe pOoCTa W CTEPWIBHOCTh HEWHQUIMPOBAHHBIX ocobOel. JlaHHbIE
HapylIeHUsT “UCHpPaBIAIOTCS  IMYyTeM KOpPMJIEHHS ocoOedl BuUTamMuHOM B, dTO

HOJTBEPKIACT BAKHYIO POJIb CHMOMOHTA i Xo3suHa (Hosokawa et al., 2010).

Jliis mapasutudeckux oc Asobara tabida oonapyxeno Bmusaue Wolbachia na
ooreHe3. CaMku, H3JIEYEHHbIE OT OaKTepuu aHTUOMOTUKOM, OOHAPYKUBAIH
HECIIOCOOHOCTh K  MPOJIYIHPOBAHHIO OOIUTOB M, COOTBETCTBEHHO, OBLIN
HECIIOCOOHBI K BOCIpOM3BeNeHUI0 motomctBa. st Omuskoro A. tabida Buama
Asobara citri, ne uagunuposannoro Wolbachia, no6asiacHue B KOpM aHTHOHOTHKA
HE BBISBUJIO BJIMSIHHSI HA CITOCOOHOCTD K pa3MHOKEHHIO. He ObLITO BBISBICHO KaKHX-
1100 pa3IuUKii MEX Ty HHPHUIIMPOBAHHBIMU M U3JICUEHHBIMU oco0smu A. tabida mo
(epTUIIBHOCTH CaMIIOB, JBUTATEIILHOM aKTUBHOCTH U pa3mepy ocobeit (Dedeine et
al., 2001). Taxxke mis ATOro BHAa OBUIO OOHAPYXKECHO BIMSHUE OAKTEPHH HA
DKCIIPECCHIO (PEPPUTHHA, YTO MOXKET CBHAETEILCTBOBATH 0 BoBieueHuu Wolbachia

B IIOJI/ICpyKaHUE TOMEOCTa3a )elie3a B opranu3me xo3suna (Kremer et al., 2009).

Jns Drosophila simulans omucano myryanuctuueckoe Bnusiaue Wolbachia
mramma WHa, 3aBucsmee ot murtotuna xossuHa (Dean, 2006). Dtor mrTamm
accoruupoBan ¢ muroturom Sil D. simulans u Bei3biBaeT c1abo Beipaxennyro [1H.

MeTonoM MUKpOMHBEKIIUN mMTamMM WHa Obl1 BBeZeH 0C00sIM, HECYIIUM JIpyTHe
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mutotuiibl — Sill u Silll, He acconuupoBaHHbIE B IPUPOJIE C UCCIIETYEMBIM IIITAMMOM
Wolbachia. Okazaiioch, 9T0 CWIBHBI MyTyaJIMCTHYECKUN ddeKkT mramm WHa
BbI3bIBaCT Ha reHeTrndeckoM (ore Silll y napumpoBanHbix ocobeii o cpaBHEHHIO
¢ HenH(UIUPOBAHHBIMH, TOraa Kak y ocobeit Sil u Sill mogobHoro >dhdexra He

Haomomaetcs (Dean, 2006).

Jns nonymsamuii D. simulans Kanudopuun mokazaHo, 4TO NPHUCYTCTBHE
OakTepuH yBEIMYMBACT IIOJJOBHTOCTh MH(HIIMPOBAHHBIX caMok. VccienoBaHus
HoKa3ajii, 4TOo, HecMOoTps Ha Hammuue IIH u cokpaiieHHe IUI0IOBUTOCTH
UHQUIMPOBaHHBIX caMok Ha 15-20 %, apean Wolbachia B xanmdopuuiickux
nonyysnusx D. simulans B teuenne 10 et npoaBunycs 6osee yem Ha 700 kM. ¢
I0ra Ha ceBep perruoHa. beulto yCTaHOBJIEHO, YTO XapakTep B3aUMOJCHCTBUS MEXTY
Wolbachia u Bu1oM-x039MHOM U3MEHHUJICS B CTOPOHY 00Jiee MyTyaTUCTHIECKOTO:
IUIOIOBUTOCTh MH(HUIIMPOBAHHBIX CaMOK yBelIHumiIach B cpeaHem Ha 10 % mo

cpaBHeHwMIO ¢ HenHpuupoanusiMu (Turelli, Hoffmann, 1991; Weeks et al., 2007).

Take ObLIO TMOKa3aHO BiIMsHUE pa3nuuHbix mTamMMoB Wolbachia vy
D. simulans na ycroiiunBocTs k C-Bupycy npo3oduist (Drosophila C virus, DCV).
OOHapysxeHo, uto ocobu, Hecymue Wolbachia mramma WAU, npu nHUIMpOBAaHHH
DCV >xuByT f0Jbliie, M0 CpaBHEHUIO ¢ HHPUITUPOBAHHBIMUA JPYTUMU IIITAMMAMH.
[Tpo10KUTENBEHOCTD KU3HU TaKUX MyX nocturaia 30 qHei nociie HHGUUUPOBaHUS
DCV. Jlns mtamma WRI mpo10/KUTEIBHOCTD KH3HH X035MHA COCTaBUIIa Beero 14
nuen. Jlna mrammoB WHa u WNO crmocoOHOCTM K aHTUBHPYCHOW 3allluTe HE
MOKa3aHO U MPOJA0JDKUTEIBHOCTD KU3HA NHOUIIMPOBAHHBIX U HEMHPUITUPOBAHHBIX

Wolbachia myx mis nux 6su1a ogquaakosa (Osborne et al., 2009).

Y wematon Wolbachia BeicTymaer B ponm 00JMraTHOrO MyTYaJHCTa,
obecreurBasi UM HOpMaJIbHOE pa3MHOkeHue u passutue (Bandi et al., 1998; Taylor
et al., 2000a, b). BosnaeciictBre Ha Hemaroj aHTHOMOTHKAMH, TAKHUMH, Kak

AOKCHUIHUKIIMH, TCTPALIUKINH 1 pI/I(baMHI/ILII/IH CHMI)XACT UX INNIOJOBHUTOCTH U YTHCTACT
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xu3necrnocoonocts (Hoerauf et al., 1999, 2000; Rao et al., 2002; Rajan, 2004).
Taxxe Obuto ycraHoBieHo, 4to Wolbachia y Hemaronm wWrpaer BaKHYIO POJb B
OMOCHHTE3¢ IYPHHOB MW IMHPUMHIMHOB, a TaKKe O0O0ECIHCUNBACT XO3AUHY

H€O6XO,ZIHMI>IG MeTa6OHI/ITBI, TaKHuC, KaK pI/I60(1)J'IaBI/IH, I'CMM U HCKOTOPLIC APYTHUC

(Foster et al., 2005; Haegeman et al., 2009).

1.12. ®dakTbl MyTyaJHuCTHYECKOT0 B3aMMO/1eiicTBHSI B CHMOMOTHYECKOM

cucreme Wolbachia-Drosophila melanogaster

Cumbuotnueckas cucrema «Wolbachia-Drosophila melanogaster» ssasiercs
OHOW W3 HamOoJee XOpOIIO HM3YYCHHBIX, M MPEICTABIISET OCOOBIH HHTEpEC,
00YCJIOBJICHHBIH HECKOJIbKMMHU (hakTopaMu. Bo-mepBbIX, Ui BCEX HPUPOIHBIX
nonyssiuii D. melanogaster otmeueno npucyrcteue 6aktepun Wolbachia n ouens
BBICOKHE 4acToThl MH(pummpoBanHoctu (Solignac et al., 1994; Hoffmann et al.,
1994, 1998; Wnunckwmii, 3axapos, 2007a, 6; Wmuuckuit 2008). Bo-BTOpHIX,
onucanHas i 3Toro Buaa [IH, mHaynupyeMas CUMOMOHTOM, B IIpHpOJE JHOO
OTCYTCTBYET, TUOO MPOSBISCTCS HAa oueHb HU3KoM ypoBHe (Hoffmann et al., 1998).
[Tocie pa3zpaboTku Mojenu quHaMuKH pacrpoctpaneHus Wolbachia B mpupogabix
HOMYyJISAIUAX, HA OCHOBAHHM IOMY/ISIMOHHBIX HCCICIOBAHHA CHUMOMOTHYECKUX
B3aumootHonienuit Wolbachia-D. melanogaster, Obuto TpeaNOI0XKEHO, YTO
OakTepHs JOJDKHA IMPEIOCTABISTh HEKOTOPOE MPEUMYIIECTBO CBOEMY XO35HHY,
MOCKOJIbKY ypoBeHb [{H, HaGmt01aemblii B Ipupojie, He CrocOO0eH 00BICHUTH CTOJIb
IIMPOKOE paclpocTpaHeHre cMMOMOHTa B omyssnusx D. melanogaster (Hoffmann
et al., 1998). Bolu mpoBeicHbI pa3IUYHbBIC UCCIICIOBAHMS 10 MIOMCKY BO3MOYKHBIX
¢dakToB Myryanuctuueckoro BiusHus Wolbachia na npeacraButenelt maHHOTO

BHAA.

BbL1H poBeICHBI KCIIEPUMEHTHI 110 3ydeHuto Biausaus \Wolbachia renorumna

wMel na ycroitunBocts D. melanogaster k HemocTaTKy MHIK U TEMIICPATYPHOMY
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crpeccy (Harcombe, Hoffmann, 2004). B pe3ynbrate uccieqoBareasiMu He ObLIO
OOHapy>KEHO 3HAYMMOTO Pa3UYMs B KXU3HECTIOCOOHOCTH HWHQUIIMPOBAHHBIX H
HEeMH()UIIMPOBAHHBIX 0COOCH B YCIOBHAX HEIOCTaTKa MHIMHA. Takke HE ObLIO
obHapyxeHo BiusHUs Wolbachia Ha KOHKYPEHIIMIO TUYMHOK 32 KOPM B YCIIOBHSIX
TOJIOMHOTO cTpecca. BimsHue OakTepuy Ha yCTOWYUBOCTH K TEMIIEPATYPHOMY

cTpeccy Takke He Obu1o ycTanosieHno (Harcombe, Hoffmann, 2004).

[Tpu uccnenoBanuu BAUSHUS OaKTEpPUH HA IJIOJOBHUTOCTh U BBDKHMBAEMOCTD
D. melanogaster 6sl1u mosydeHsl npotuBopeunBbie AanHbie (Fry et al., 2004). B
IKCTICPUMEHTE Ha BRDKMBACMOCTh HCITONIb30BaKCh S5 nmuHuii D. melanogaster. [l
TpeX U3 HUX OBLIO MOKAa3aHO IOCTOBEPHOE YBEIMUEHUE MTPOJOIHKUTEILHOCTH KU3HH
MHQUIUPOBAHHBIX 0CO0EH, M0 CPAaBHEHUIO C HEMHPHUIMPOBAHHBIMUA. OJHAKO AJIs
OJTHOM JINHWU OBLIO TIOKa3aHO YMEHBIIICHHE POAOKUTEIHHOCTH KU3HHU, TOT 1A KaK
JUIs  JApyrod JIMHUM He Obwio oOHapyxkeHo BiusHus Wolbachia Ha
OPOAODKUTENBHOCTh XKU3HU. Ilpu wuccnenoBaHum BiaUSHUS —OakTepuu Ha
TUTOIOBUTOCTh HCIIONIb30BaNIOCh 4 yimHuu D. melanogaster. B nByx nuHMsAX ObLIO
0OHapy>XE€HO, UTO HEMH(ULIMPOBAHHBIE CAMKH JIOCTOBEPHO MEHEE TIOI0BUTHI, YEM
uHbUIMpoBaHHble. B TO ke Bpems, B TpeThell NMHUM HE OBUIO OOHAPYKEHO
3HaYUMOTO BJIMSHMS OAaKTepUU Ha IJIOJOBUTOCTb. [[1s1 yeTBepTON JIMHUU OBLIO
MOKAa3aHO HAJIMUYMeE Pa3Iniusl B AMHAMUKE IUIOJOBUTOCTH: B ONPEACIICHHBIN epro
HAOMIOAIOCh  YBEJIMUEHUE IUIOAOBUTOCTH, OJHAKO B JallbHEHIIEM OHa
BO3BpalllaJIaCh HA YPOBEHb KOHTpOJIs. Hu 111 04HOM M3 MCCIEN0BAHHBIX JIMHUAMN HE
Ob110 0OHapy»keHo LIH u Habmonaemble pa3inyus B OBEICHUN JIMHUA MOTYT OBITh

CBSI3aHbI C Pa3HULIEH UX TEHETUYECKOro (poHa.

B CepUU  DKCIIEPUMEHTOB 10  HCCIEJOBAHUIO  3aBHCHMOCTH
npoaoJDKuTeabHOCTH ku3HM  D. melanogaster ot renotuma Wolbachia wu
TeMIepaTypbl OBLJIO YCTAHOBJICHO, YTO MPH ASKCTPEMATbHBIX TEMIEPATyPHBIX

YCIIOBUAX 6aKTCpI/I$I YBCIIMYHUBACT IPOAOJIKUTCIBHOCTD KU3HU W IIPEACTABJICHA,
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gamec BCCTro, I'CHOTHUIIOM WMel, HauoOoIee PaCclIpOCTpaHCHHBIM B IIPHUPOAHBIX

nomyysnusix D. melanogaster (Baticman u ap., 2009).

[Tokazana ciocoonocts Wolbachia moseimats ycroitunocts D. melanogaster
kK HekoTopsiM PHKoBBIM Bupycam. C-Bupyc npo3o¢uisl oOHapyKUBaeTcs Kak B
NPUPOIHBIX, TaK U B JlabopartopHbix momyisaiusx D. melanogaster u sBisetcs
€CTECTBCHHBIM IMAaTOTEHOM Yy 3TOTO BUAa Apo3odmmma. s HeMHPUIMPOBAHHBIX
Wolbachia ocob6eti D. melanogaster ruGeis B3pocibIX 0co0el Mociie BBEACHUS UM
DCV Hacrymasia Ha 4-6-ii neHb. [IpogoJDKUTENBHOCTH  JKU3HU — MYX,
uHpunupoBanueix Wolbachia, ysenmuumBanace no 12-14 nmueit B pesynbrare
3aMeieHHON cOopku BupycHbix actur DCV (Teixeira et al., 2008). ITomumo C-
Bupyca, Wolbachia mpemocrasiaser D. melanogaster sammuty ot neTanbHOTO
Bo3xaelicTeus Apyrux PHKoBbIx BupycoB, Takux, kak CrPV (Cricket paralysis virus)
u FHV (Flock House virus) (Hedges et al., 2008; Teixeira et al., 2008). s

JIHKoBBIX BHpYCOB 10100HOM 3amuThl co ctoponbl Wolbachia ve BeisBieHo.

Oonapyxeno  Bimusuue  Wolbachia wHa  cuctemy — curHanau3aiuu
uHcyauHonoaooHoro ¢akropa pocra (Insulin/IGF-like signalling, 11S). Jlannas
cHcTeMa SIBISICTCS DBOJIOIHOHHO KOHCEPBATUBHOM M BBIMOJHIET Ppa3IHMYHbIC
(GYHKIIMH y MHOTOKJIETOUHBIX OPTaHU3MOB. MyTaluu, YMEHbBIIAOIIHE aKTHBHOCTD
IS, MoryT umeTh TuIeHOTpONHBIN 3(pPEeKT Ha MHOTHE MPOIIECCHI, BKIIIOUAsi POCT,
pa3BuTHE,  METaOOJMYECKHH  TOMEOoCTa3,  MPOJOJKHTEIBHOCTh  JKU3HH,
cTpeccoycToiunBocTh U miogoBuTocTh (Ikeya et al., 2009). ¥ myranthbix mo 1S
muanid D, melanogaster oOHapyXHBajOCh YMEHBIICHHE MacCchl ocolOed
IUTOJIOBUTOCTH, B HE3aBUCHUMOCTH OT craryca uHpuuupoBanHoctu Wolbachia.
VYnanenue 6akTepuu MPUBOAMIIO K elle 00jiee CUIbHOMY YMEHBIIEHHIO MAcChl U
I0I0BUTOCTH. JlaHHBIN (akT CBHAETEILCTBYET 0 ToM, uTo Wolbachia oTeeuaer 3a

nossiieHre akruBHocTH 11S (Ikeya et al., 2009).
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[MToxazano Bausare Wolbachia na muaum D. melanogaster, necymue ren chico,
KOJUPYIOIIMIA OCHOBY HMHCYJIHMHOBOIO PEIEHTOPa, BIMSIOIIEIO Ha PEryISInio
npoueccos pocta. CymiecTByer aBa amens toro rena — chit u chi?. Ipu ynanenun
Wolbachia nuaun, romo3uroTasie 1o Chi2, MONIHOCTBIO J€TaNbHbL, B TO BpeMs Kak
Ha TOMO3MIOTHEIX 1O Chi' MyX OTcyTcTBHE GakTepMM HE OKa3bIBAET 3HAYUMOTO
s dekra (Clark et al., 2005). Mexanu3m JaHHOTO SIBJICHUS B HACTOSIIEE BpEeMs HE

U3YYEH.

I'en Sex-Lethal (SxI) y Drosophila melanogaster sBisieTcss BaKHBIM
MEPEKITIOYAIOIINM F'€HOM B MPOLIECCE COMATUUECKOT0 OMPEACIICHUS MoJia. Takxke OH
HEOOXOJIUM JJIsi HOPMaJIbHOTO OOT€HEe3a M MEMOTUYeCKOW pekoMOuHarmu. Y

IOMO3UT'OTHBIX CAMOK, MYTAHTHBLIX IIO aJIJICIIIO Sle

, SMYHUKU TPOAYLIUPYIOT TAKOE
K€ KOJMYECTBO SIMIEKIIETOK, KaK U y HEMYTAaHTHbIX ocoOeil. Ilpu Bo3aeiicTBun
TETPALMKINHOM Ha MyX H, clefoBarenbHo, yaanennu Wolbachia, B suunmkax
MYTaHTHBIX CAMOK IpPEKpaIaeTCs BOCIPOU3BOICTBO SHIIEKIIETOK, B TO BpeMs, KaK
y HEMYTAaHTHBIX CAMOK IPOJYKIUS SHIIEKICTOK HE U3MeHseTcs. Takum o0pasom,

|f4

nanmare Wolbachia y camok, MyranTHbIX 1Mo SXI™, IpUBOAUT K BOCCTAHOBJICHHUIO

criocoOHOCTH K BoctipousBeaenuto (Starr, Cline, 2002).

HecmoTpst Ha Bee BhIiconucantbie pakThl MyTyanusma B cucteme Wolbachia-
D. melanogaster, mpu4yuHBI CTOJH HIMPOKOTO PACHPOCTPAHCHUS OaKTepHU B
NPUPOAE OCTAIOTCS HEU3BECTHBIMHU, IIOCKOJBKY MYTYJINCTHYECKOE BIUSHHE
Wolbachia mu6o cnaboe, 1100 3arparuBaeT peiKko BCTpEYaeMbie B TOIMYJISIUSIX

IFCHCTHUYCCKUC HAPYILICHUS.

1.13. dpyrue sngocumounontbl Drosophila

bakrepus Wolbachia sBusercs, moxanyii, HaubOoiee BaXHBIM U
pacrpocTpaHeHHBIM CHMOMOHTOM npecTaBuTenei poaa Drosophila. [Tomumo 31oit

OakTepuu B MOMYJISIITUAX APO30(P UK pacipoCTpaHeHa eIl 0JHa CUMOUOTHYECKas
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Oaktepust — Spiroplasma. OHa OTHOCHTCS K KJIACCY MUKOILIa3M — IPOTEOOAKTEPHIA,
HE HMMCIOIIMX KICTOYHOM cTeHkH, W, Tak ke, kak u Wolbachia, mepemaercs
BEPTUKAIBHO B PSIIy MOKOJICHUH OT caMKH K moToMcTBY (Anbutsu, Fukatsu, 2003).
JlanHass OaKkTepus XOPOIIO H3BECTHA KaK IAaTOTCH HEKOTOPBIX PAcTCHUH WU
yrenucroHornx (Haselkorn et al.,, 2009). Amnamu3 pacnpocTpaHEeHHOCTH
Spiroplasma cpeau 200 BumoB Drosophila BeisiBun 16 mHGUIMPOBAHHBIX BHIOB
(Watts et al., 2009). YpoBeHb MHPHUIUPOBAHHOCTH OTIMYACTCS Y Pa3HBIX BHIIOB.
Tak, y D. simulans u3 106 mpoaHanM3MpOBAaHHBIX CAMOK TOJIBKO OJiHA ObLIa
UHPHUIIMPOBaHA OaKTEepHEH, B TO BpPeMs KaK CPead CaMIIOB HH(DUIIMPOBAHHBIX
ocobeii oOHapyxeHno He Obuto. s D. wheeleri npucyrcrBue Spiroplasma 6110

nokazano s 58 % cammos u 50 % camox (Watts et al., 2009).

Tak ke, kak u Wolbachia, Spiroplasma eiuser Ha penpoayKIIUIO CBOETO
X03sMHa, 0JjHaKo, B oTyinyre ot Wolbachia, sta 6akTepus HHAYIIPYET TOJIBKO OJIHY
PENPONYKTHBHYIO aHOMaiaui — aHaporma. OOyciosneHnHsid — Spiroplasma
anaponuy onucad Juist D. melanogaster v 111 HEeKOTOPBIX MPEACTABUTEIICH TPYIIITHI
Drosophila willistoni (Montenegro et al., 2005; Pool et al., 2006; Osaka et al., 2008).
Y HEKOTOpBIX BHJIOB ITOKa3aHO MPHUCYTCTBUE Spiroplasma, He BbI3bIBaroOIICH
arporua (Anbutsu, Fukatsu, 2003). [{ns D. hydei o6Hapy»)eHO MyTyalTucTHUECKOE
BiMstHUAE Spiroplasma: nmpucyTcTBre OaKTepUH YBEIUYHUBACT MPOIOHKUTEIBHOCTD
JKU3HU 0COOCH, MOpaKEHHBIX Mapa3sHuTHYSCKOM ocoit pona Leptopilina (Xie et al.,
2010). Y D. neotestacea OakTepusi MPEAOCTABIACT 3aIIUTYy OT HETATHBHOIO
BO3JICiCTBUS TapasuTrueckoii Hematonsl (Jaenike et al., 2010). MccnenoBanus
BIMSHUSA SPiroplasma Ha riog0BUTOCTh M BEDKHBaeMOCTh caMok y D. melanogaster
HE BBISBHJIM KaKOT0-1100 3HaUMMOT0 3 dekra co croponsl bakrepun (Montenegro
et al., 2006). OOHapykeHO, YTO ypOBEHb MaTEepHUHCKOW mepemaun Spiroplasma
3aBHCHT OT TeMIieparypbl. [Ipy HU3KHX TeMIiepaTypax rnepeaada OaKTeprH MOKET

oJHOCTRIO O10kupoBaThes (Osaka et al., 2008).
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1.14. Hcnoas3oanue Wolbachia B OmorexHosoruu

Hlupokass pacnpoctpanenHocts Wolbachia cpenn pasmuusbIX  BUIOB
HACEKOMBIX M HEMATOJI, a TaKXKe e¢ CIIOCOOHOCTh MHAYIIHPOBATh y BHUIA-XO3sIMHA
[TH, o0ycnoBiIMBarOT BO3MOXKHOCTh UCTIOJIB30BaHUS OaKTEPHUH JIJIs1 OMOJIOTHYECKOTO
KOHTPOJIS YUCIACHHOCTH TOMYJISINI HACEKOMBIX -BPEAUTEINIEH CETbCKOT0 X035 HCTBA,
IICPCHOCYUKOB BO30YAUTENICH Pa3UUHBIX 3a00JI€BaHUI YeIOBEKa M KUBOTHBIX, a
TakKe Mapa3suTHUECKUX HaceKoMbIX u Hemarto (Dong et al., 2007; Bourtzis, 2008;
Slatko et al., 2010). Uagyuuposannas Wolbachia IIH moskeT ObITh HCIOJIB30BaHA
KaK HEMOCPE/ICTBEHHBIN (HAKTOP KOHTPOJIS YUCICHHOCTH MPUPOIHBIX MOMYJISAIU
YICHUCTOHOTHX, PEACTABIIAIONIMX HHTEPEC IS IKOHOMHUKHU U 3/IPAaBOOXPAHCHUS,
WIN K€, KaK CpEJICTBO, OOECHCUUBAIOIICE BHEAPCHUE W PACIPOCTPAHCHUE

T'CHCTUYCCKHU MOI[I/I(I)I/IL[HpOBaHHBIX JUHUNA B nmonyjsinuiax  4JICHHUCTOHOTHX

(Bourtzis, 2008).

Cpenu BUIOB HACEKOMBIX, JUISI KOTOPBIX He onurcano acconuaruu ¢ Wolbachia,
BCTPEYAIOTCS BPEIUTEIN CEJIBCKOTO XO3SIMCTBA, HAmpUMEp, MACAMHHAs MyXa
Bactrocera oleae, u mepeHOCUYMKH pa3IUYHBIX 3a00JICBaHUN TakWe, KaKk KOMaphbl
Aedes aegypti u Anopheles gambiae. B cBsi3u ¢ 3TM pa3padaThIBarOTCsI METOIUKH
BO3MOKHOTO BHeapenus Wolbachia HezapaxkeHHOMY BUAY U CO3/1aHHSI yCTOHYUBOM

accolMaliy BUa-X035iMHA ¢ OaKTepueil.

B HacTos1iee Bpemst pupoIHbie Mexanu3Mbl epenoca Wolbachia ot oxxoro
BHJIA K APYTrOMY HE U3BECTHBI. TeM He MeHee, BO3MOKHO MPOBECTH UCKYCCTBEHHOE
WHOUIIMPOBAHUE, ITyTeM MUKPOUHBEKIMM OaKTEepHil B LUTOIUIA3My KJIIETOK
AMOpHOHAa HEMH(PUIUPOBAHHOTO BHAA U, TaKUM 00pa3oM, IOJy4YUTh HOBBIC
unduiupoBannbie auHuK (Boyle et al., 1993; Braig et al., 1994; Giordano et al.,
1995; Clancy, Hoffman, 1997; Poinsot et al., 1998; Rousset et al., 1999; Sasaki,
Ishikawa, 2000; Charlat et al., 2002; McGraw et al., 2002; Rigler et al., 2004;

Zabalou et al., 2004a, b; Xi et al., 2005). Ha ucrnonb30BaHuM MUKPOUHBEKIIHIA
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ocHoBaHa TexHHKa HecoBMecTUMOCTH HacekoMbix (Incompatible Insect Technique,
I1T), koTopas npeanonaraer ucnoias3oBanue [{H nmu xe 1pyrux penpoayKTHBHBIX
anomaimi, naayupoBanaeix Wolbachia, amst KoOHTpoIst MOy HACKOMBIX -
BpenuTeneil. BriepBele NOJ00Has TeXHHMKA ObLIa TPEIIOKEHA sl H3Y4CHUS
HECOBMECTHMOCTH TIOMYJISIIIUI eBporieiickol BulIHeBo Mymku Rhagoletis cerasi
(Boiler, Bush, 1974; Boiler et al., 1976). Wolbachia, o6napy:xeHHas y 3Toro Buja,
nyTeM SMOpPHOHATBHON MHKPOMHBEKIMU Oblla BBEACHA JPYIrOMY BHIY —
Cpeau3eMHOMOPCKOM 1urogoBoit mymike Ceratitis capitata, sBisromieiics BaXKHBIM
CeNIbCKOX03sHCTBeHHBIM BpeauTesieM (Robinson et al., 1989; Zabalou et al., 2004b).
Cnycts 50 nDoOkoJieHMHA TOCI€ HWHBEKIUH JABE TPaHCUH(ULIHMPOBAHHBIE
(uapunmpoBans! pazHpivu mrammamu Wolbachia) muaun nokaszanu cTabMIILHOCTB
coxpanenuss Oaktepun u 100 %-ypoBeHb mepemaun uHQeKnuu. TecToBbIC
CKpCIIMBAaHUS MEKAY HEHHPHUIMPOBAHHBIMU CaMKaMH W HHQOUIMPOBAHHBIMU
caMIlaMH TIOKa3aJIi TOTAbHYIO THOEIh MOTOMCTBA. B pelunpokHOM CKpenMBaHUuH
YPOBEHb SMOPHOHANIbHOM rubenu kosedancs mexay 16 u 32 %. Ilpu ckpemuBanuu

JMHUHN C pa3HbIMH IITaMMaMH OaKTepuu HAOJIIOAANIach MOJIHAS IBYHAIIpaBIECHHAs

IIH (Zabalou et al., 2004b).

Komaper Aedes aegypti sIBJIsStOTCS MEPEHOCUMKAMHU BO30OYIUTENS JTUXOPAIKU
JICHTe, ¥ He OTHOCHUTCS K nHpuuuposanHbiM Wolbachia sumam (Xi et al., 2005). boin
npoBe/ieH 3kcrepuMeHT 1o mepenocy Wolbachia stomy Buay ot mpupomHo-
uHuIMpoBaHHbIXx KoMapoB Aedes albopictus. B pesynbrate ObL10 0OHApPYKEHO
3akpervieHre mrTamma WAID ot A. albopictus B monynsnuu A. aegypti. TectoBbie
ckpemBanusa nokazanu 100 %-ypoens IIH: u3 Oonee uwem 3,8 ThIC. suIl,
MOJYYCHHBIX B CKPCIIMBAHWU HEUH(HUIIMPOBAHHOW CaMKH C HHQOHUIIUPOBAHHBIM
camIioM, He ObuTO mosydeHo Hu oxHoro nmotomka (Xi et al., 2005). /laHHbIC ONBITHI
MIOKa3bIBAIOT, YTO OAKTEPUsI MOXKET OBITh IKCIIEPUMEHTAIBHO NIEPEHECEHa HOBOMY
XO03fMHY, MUHYS TCHETHUYECKHEe Oapbepbl, U (HOPMHUPOBATH YCTOWUYMBBHIC

accoIMalluM, JIJI1 KOTOPBIX HaOJI0AaeTCs MoHasl OJHO- W JAByHarpasieHHas [[H.
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OTU JaHHBIC MOAJACPKUBAIOT KoHuemnuio BHeapenus Wolbachia B momymsanun
HACEKOMBIX-BPEAUTEICH U MEPCHOCUYNKOB 3a00JI€BaHUI C [EIbI0 YMEHBIICHHS UX

yucieHHoctu (Zabalou et al., 2004b; Xi et al., 2005).

[MTomumo IH, ans Guonormyeckoit GOppOBI C pa3IMUYHBIMH HACEKOMBIMU-
BPCANUTEISAMH U IEPSCHOCYMKAMHU 3a00JICBaHMI MOTYT TaKXKe HCIOJIb30BaThCs
natoreHHoe Bimsgaue Wolbachia u MyTyanucruueckne B3aMMOOTHOIICHUS

OakTepuu U BUAA-XO35IMHA.

Jlns Drosophila melanogaster ommcan nartorennsiii mramm Wolbachia
wMelPop, KOTOpbIit IPUBOAXT K CHUYKCHHIO TPOI0JKATEIIBHOCTH KH3HU MyX (Min,
Benzer, 1997). B xone uccienoBanuii aHAJIOTMYHOE MATOTEHHOE BIMSHUE OBLIO
OoOHapyXeHO cpeAu pakooOpa3HbIX. J[aHHBIM (aKT MOXKET CBUIIETEIbCTBOBATH O
CYIIIECTBOBaHMHU MOA0OHBIX maToreHHbIX mtammoB Wolbachia cpenu npyrux BujaoB
YJICHUCTOHOTUX. B CBSI3W ¢ 3TUM OBUIO MPEJIONKEHO HCIOJIb30BaHUE JAaHHBIX
ITaMMOB JjIsi OOphOBI C HacEKOMBIMU-TIEpEHOCUMKaMu 3aboseBanuil (Sinkins,
O’Neill, 2000). M3BecTHO, HanpuMep, uTo kKomapsl Anopheles stephensi nmepenocst
BO30yuTenerd Manspun — Plasmodium falciparum. [[is pa3BuTHs muiasMous 10
CTaJMM, CHOCOOHON K HHPUUUPOBAHUIO, €My TpeOyeTcsi HEKOTOpOe BpeMs
MIPOBECTH B OpPraHW3Me KOMapa, MOITOMY TOJBKO JOCTATOYHO B3POCIbIE 0COOU
criocoOHbI nepeaath nHpeknuo. Eciau marorennsii mramm Wolbachia sueaputs B
nomnyssiiuio Anopheles, To npoaomKUTEIEHOCTD KU3HA KOMAapOB COKPATHUTHCS, UTO
O3HauaeT yMEHbIIIEHUE ypOBHS nepenaun naHdexuu. Ho 31ech crienyer 3aMeTHTsb,
YTO TaKWe INTaMMbl HE MOTYT CYIIECTBEHHO BIHUATH HAa PENPOIYKTUBHYIO
CIIOCOOHOCTh KOMapoB, MOCKOJBKY HE OYyIyT OKa3bIBaTh JOJKHOTO 3ddekTa Ha
MOJIOZIOE€ TOKOJIEHUE, KOTOPOE€ BHOCHUT OOJIBILION BKJIAJ B BOCHPOU3BEICHUE
nonyssiiuu (Sinkins, O’Neill, 2000). B nansueiitem ams Anopheles stephensi 6b11
MPEIIOKEH APYyroit MeToa 00pwObI ¢ Mamnsipueil. bl mpoBeeH SKCIEPUMEHT 110
nepenocy Wolbachia mramma WAIb ot Aedes albopictus B >MOpuoHBI

Anopheles stephensi. B oxHoit n30caMmoubeit TMHUN ObLTO 00HAPYKEHO CTAOMIIbHOE



51

noaneprxanue Wolbachia B reuenne 34 nmocienoBarensHbIx mokosenuii (Bian et al.,
2013). Ilokazano, uro mramMm WAID Be3bIBaeT y An. stephensi cunmpayro I1[H, a
TaK)Ke MPOSBJSIET MOJHYI0 MAaTEPHHCKYIO Iepeaady. BbUto ycTaHOBIEHO, YTO
OaKTepuu B OpraHu3Me X03s1Ha noaaBisioT passutue Plasmodium falciparum, uro

SIBIIIETCS TIPOPBIBOM B 00J1actu 60pb0bI ¢ Massipueii (Bian et al., 2013).

Myryanmuctuueckoe Bausaue Wolbachia nHa xo03sMHa MOXKET OBITH
UCIIOIB30BaHUSA JIISI OOpPHOBI C TAKMMHM BPEIUTCIAMH, KaK CEHOEAbl (OTPsA
Psocoptera). TIpeactaBuresid 3TOT0 OTPsiia BCTPEUYAOTCS MOBCEMECTHO M MOTYT
ObITh OOHApPY)KEHBI B MPOAYKTaX IMHTAHUS, PA3IMYHBIX CKIaJaX W XPaHUIHIIAX.
Taxoke SBISIOTCS BPEIUTCIAMH CEMEHHBIX KYJIBTYp, ITOCKOJIBKY BBI3BIBAIOT
HOBPEXKJICHHUS CEeMEHHBIX saep. Jias omaHoro u3 mpezcraButeniedt Psocoptera —
Liposcelis tricolor — ObUIO MOKa3aHO CHIJKEHHE IPUCIIOCOOJICHHOCTH IIOCTIC

ynanenus Wolbachia Bo3aeticteuem antuonorukos (Dong et al., 2007).

Bosbioe BHUMaHNE B UCITOJIB30BAHUN MYTYyJIMCTUYECKUX B3aUMOOTHOIIICHUN
Wolbachia co cBonmu xo3sieBamMu yaeaseTcss CHMOMOTHYCCKOM acCOIMAIINU TAHHOM
OakTepun ¢ QUISAPHUHHBIMA HEMATOJAaMH, BBI3BIBAIOIIMMH Y 4YEIOBEKAa TaKHE
3a00J1IeBaHus, KaK pe4yHasi CJIenoTa, CIOHOBOCTh U Apyrue Gpuiasipruo3bl. OOIUraTHbIi
srmocum6Oro3 Wolbachia ¢ Hemaromamu nenmaer GakTepuio BaXKHOH IEJBIO MPU
Tepanuu 1moao0HbIX 3a0oseBanuii (Slatko et al., 2010). Bo3nelicTBre Ha HEMATON
AHTUOMOTMKAMHU YTHETAeT HX IUIOJOBUTOCTh U CHIDKAET >KU3HECIIOCOOHOCTH
(Hoerauf et al., 1999, 2000; Rao et al., 2002; Rajan, 2004). Tax:xe 0OHapy>KEHO, 4TO
MPOU3BOJIHOE alIbOEH 1a30J1a — aJIbOCH 1a30JICYIb(DOH — YMEHBIIIAET KOHIICHTPAIUIO

Wolbachia B knetkax Hemaromansl Brugia malai (Serbus et al., 2012).
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***

HccnenoBanus cumbuorndecknx accounuanuii Wolbachia ¢ pasmuuabiME
BUAMU WICHUCTOHOTHX W HEMATOJl, B CBETE BO3MOXKHOTO HCITOJ30BAHMSI JJAHHOU
OakTepuy Kak OMOJIOTMYECKOTO areHTa il OOphOBI C PAa3TUYHBIMU BPEIUTEISIM
CETIbCKOTO XO3SICTBA, MEPEHOCUMKAMH 3a00JE€BaHUH, a TaKkKe NapasuTaMu
4eJoBeKa, OdYeHb BaxHbl. OHM TakKe NPEJOCTaBIAIOT HOBBIE JaHHBIE,

IMO3BOJIAIOINMC JIYUIIC ITOHATL MCXaHN3MbI CUMOHMOTHYECKUX B3aMMOOTHOIIICHHUH B

MIPUPOJIE.

Bonbioe  konmmuecTBO HcchenoBaHuii B3ammooTHomreHuid \Wolbachia ¢
BUJIaMHU-X035€BaMH MIPOBEJICHO HA MOMYJISIPHOM MOJCIEHOM OOBEKTE TCHETUKH —
wionoBoir  mymke Drosophila  melanogaster. [lpupomHble  mOMyJISIMH
D. melanogaster mo Bcemy wmupy wundumupoBansl Wolbachia, xotopas
npe/CTaBlICHa, B OCHOBHOM, TpeMs reHotunamu - WMel, wMelCS u wMelCS2. U3
HUX CaMbIM paclpoCTpaHeHHBIM sBisieTcss WMel, mis xoroporo dYacrora
MH(UIMPOBAHHOCTH MONYJSU coctaBisier 6onee 90 %. o cux mop ocraercs
OTKPBITBIM BOIIPOC O NMPUYHMHAX CTOJIb IIMPOKOTO PACIpOCTpaHEHUs OaKTepUU B
npupoze, MOCKOJbKy omnucanHas miusi D. melanogaster IIH kpaitne Huskas, a
oOHapyxeHHbIe (akThl mosokuTenpHoro BiusHus Wolbachia na xo3simHa He

JIOCTAaTOYHO CUJTbHBI, YTOOBI 00ECIIeYnBaTh MOAICpKAHUE OAKTEPHH.

B nanHo# paboTe npoBeieHa Ol[eHKa YacTOT WH(PHUIIMPOBAHHOCTH TPUPOIHBIX
nonyysiuii D. melanogaster cumounotnueckoit Oaktepuert Wolbachia, a taxke
aHaJ M3 TEHOTUIIMYECKOTO pPa3sHOOOpasust OakTepud ¢  MUTOTHIIHYECKOIO
pasnooOpasuss  D.  melanogaster.  IlpoBemeHo  uW3y4yeHue  JTUHAMUKH
WH(PUIIMPOBAHHOCTH 3KCIIEPUMEHTAIBHBIX monyJisiiuii D. melanogaster 6akrepueii
Wolbachia nHa npumepe AByX pacnpOoCTpaHEHHBIX B MPHPO/IE€ TCHOTHIIOB OaKTEpUH

— wMel u wMelCS. OcymiectBiieHa nmomnbITKa onpezeacHus (GaKTOPOB, BIHSIOIINAX
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Ha U3MEHEHUS B IMHAMUKE UH(PUIMPOBAHHOCTH HKCIEPUMEHTAIbHBIX MOMYJISALNH,
Ha OCHOBAHMM ONMCAaHHOW B JMUTEpAType MareMaTthdeckou moxaenu. llomydeHHbie
JTAHHBIE MTO3BOJISIT YCTAHOBUTH BO3MOKHBIE IPUYMHBI IIUPOKOTO PACIIPOCTPAHEHUS

Wolbachia B mpupoaubix nonymsuusx D. melanogaster.
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I'nasa |I. MATEPHAJIBI U METO/IbI

2.1 COopbI M3 NIPUPOAHBIX NOMYJISIIUM

Jns  aHanmu3a  pacmpoOCTPaHEHHOCTH  AHAOCHUMOMOTHYECKOM  OakTepuu
Wolbachia B mnpupomueix momymsimusix Drosophila  melanogaster  Opuim
WCITOJIb30BaHbl M30CAMOYbU JTUHUH, TIOJTYYEHHBIE OT OIJIOJIOTBOPEHHBIX B IPUPOJIE
caMoK u3 nonyisaiuid 8 pernonoB EBpasum 3a nepuoa ¢ 2008 mo 2013 rr. (tabu.
2.1). COoopbl NPOBOJUIUCH C UCTIOJIB30BAHUEM SHTOMOJIOTUUYECKOTO dKCraycrepa u
joBymek. Becero O6bUT0 co3aHo M npoaHau3upoBaHo 836 M30caMOYBUX JIMHUN

D. melanogaster.

N3 myx kaxnaoin nuauu Beiaessuiv JJHK, metonom TP onpenenscs craTyc
MHQUIIMPOBAHHOCTU JUHUM. J[J11 HEMHUIMPOBAHHBIX 0O0pPA3LOB OMNPEASTSICS
mutoTHN (ramtotun mutoxouapuansHor JIHK) D. melanogaster. [1yis Wolbachia-
MOJIOKHUTENBHBIX 00pa3lloB MPOBOAMIIOCH OMpeNesieHue reHotuna Oaktepuu. B
Ka4ueCTBE KOHTPOJIbHBIX 00pa3I[0B UCIOJIH30BAIUCH PAHEE OXAPAKTEPU30BAHHBIE 110

crarycy uHdunupoBanHocT u renoruny Wolbachia nuaun myx.
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Ta6numa 2.1. Mecta cOOpOB M KOJTUYECTBO B3SATHIX B aHATIU3 JIMHUM

u3 npupoaHbIX nomyisiuii Drosophila melanogaster nmepuox B 2008-2013 rr.

KomunuecTso
Peruon I'on | ucciemoBaHHBIX
JTMHUR
3anagnast Cubups (HoBocuOupcek) 2008 57
AnTaii (butick) 2008 29
Aunraii (c. Yepra u c. Morau) 2008 45
V36ekucran (TamikeHT) 2008 16
Ykpauna (YMaHb) 2008 16
Kabapauno-bankapus (Hanpuuk) 2010 85
VYkpauna (Anymra, Kpeim) 2010 55
VYkpauna (c. 300unbsHOoe, Kpbim) 2010 223
Opannus (MoHmense)™ 2010 18
n-oB Cunaii (Erumner) 2010 24
3amagnas Cubups (Tomck) 2011 17
Kabapnuno-bankapus (Hanpuuk) 2012 103
VYkpauna (YMaHb) 2012 12
Vkpauna (Kues) 2012 13
HIBenus (I'éredopr) 2012 o7
Kabapauno-bankapus (Hanpuuk) 2013 66

* - Jlunuu nipenoctasiens! P.R. Haddrill.

2.2  Kounexuus Ja6oparopusix Junuid Drosophila melanogaster

JInsg u3ydeHus PacHpOCTPAHEHHOCTH W TEHOTHUIIMYECKOTO Pa3HOOOpasus
Wolbachia cpeaun naGopartopHbIX JIMHHH Oblla HCIIOJIB30BaHA KOJUICKIIUS
nabopaTopHbIX MyTaHTHbIX JuHHA Drosophila melanogaster w3 ¢onna

naboparopun reneruku nomyisuuit  MIulm CO  PAH. Bcero Obuio
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poaHATM3UPOBaHO 353 MyTaHTHBIC JTUHUH U3 § TPYMI, ONpeAeNeHHBIX JTHOO0 10
JOKaNU3aluyd MyTaluud JIMOO MO TUIY MyTauuu: «xpomocoma 1» (118 nunwmii),
«yellowy» (22), «xpomocoma 2» (77), «lethal giant larvae» (17), «xpomocoma 3»
(82), «xpomocoma 4» (6), «rpaHciaokamuu» (8), «MyIbTHXpoMOcCOMHas» (23).
[TonHBIN CMIUCOK MCMOIB30BAaHHBIX B paboTe MUHUM onmyOaukoBaH Ha cTp. 407-415
B ctathe: Mnunckuii 1O. FO., beikoB P. A., 3axapoB U. K. «IuTOTHIIBI MyTaHTHBIX
aunani Drosophila melanogaster dbonna nabopatopuu renetuku nomysrsuuid ML ul’
CO PAH: renorunsl sanocumoOunonta Wolbachia u mutoTtunel Braa-xo3suHa»

BaBunosckuii xypHas renetuku u cenekmuu, 2013, T. 17, Ne3, C. 404-423.

2.3 Boigenenune THK

Boinenenne JIHK npoBoaunocs mo ctaHAapTHON METOAMKE ¢ MOIU(DUKALTUIMU
(Marmur, 1961). B npoOupky, oo6bemMoM 1,5 M1, OMEIIATUCHh MPEIABAPUTEIHHO
yMmepiBieHHble camku Drosophila melanogaster u moGaBmsutoce 200 MK
skcTparupyromiero 6ydepa (10 mM Tpuc-HCI (pH 8.0), 25 mM 3/TA, 0,5 % SDS,
0,1 M NaCl). Ilpu ompenenenuud craryca HHPUIUPOBAHHOCTU TMPUPOJIHBIX
NOMYJSUUNA U JIaDOPATOPHBIX JIMHUN U3 KAKIO0M M30CaMOUbel JIMHUM OTOMPATUChH
3-4 camku. B skcmepuMeHTe MO HUCCIEAOBAHUIO TUHAMUKH WHQOUIIUPOBAHHOCTH
AIMUYHBIX Tonyssinuid g Beiaenenus: JJHK B kaxayro npoOupKy moMemand mno
onHOM camke. Kaxxzipiii 00paser] roMOreHu3upoBail MHIUBUYAIbHBIM MECTHKOM,
MOCJIe Yero MpoBOAWIN UHKYOaruto npu 56°C B TeueHue yaca. OcaxxaeHue OeIKoB
npoBoawn 100 Mk OydepHoro pactBopa aierara kanus (2M yKCyCHOUM KUCIIOTHI,
3M anerara kanus) B teueHue 30 muH. nipu temmeparype 4°C. ITHK ocaxnanu
no6asiennem 400 Mk 96 % sTriioBoro cnupta u 3arem oTMbiBas 90 Mk 70 %
stuioBoro cnuprta. PactBopsiiu JJHK B 50 Mk OMAMCTHUIUIMPOBAHOW BOJBI.

[Tomy4yeHHbIe 00pA3IIHl XPAHWINUCH B MOpo3mike mipu -20°C.
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2.4 IMonumepa3Has nenHasi peakius

Jlna onpenenenus craTyca HHOUIUPOBAHHOCTH HCIOJIb30BATUCH MpaiiMepsl,
cnenuduyHbie K 6akrepuanbHbiM reHam 16SrRNA u wsp. Onpenenenue reHoTuna
OakTepun s UHOUIMPOBAHHBIX OOpPA3IOB MPOBOIMIA C HCIOIH30BAaHHUEM
npaiiMepoB, cHeU(pUIHbIX K msaTH Mapkepam renoma Wolbachia (puc. 1.6): nBym
JOKycaM  BCTPOMKHM  HMHCEPIMOHHON  mociaeaoBaTenbHOcTH IS5,  nByM
MuHHUCcaTeIUIMTHEIM ToBTOpaM VNTR u unBepcuu B nokyce WD0394-WD0541

(Tabm. 2.2).

s ompenenenuss murotumna Drosophila melanogaster wucmonb3oBancs
noJuMop(hu3M MO OAHOHYKJIEOTHAHON 3aMeHe B mo3uuuu 2187 B reHe mnepBoii
CyOBEAMHUIBI ITUTOXPOMOKCHIA3bl OTHOCUTEIBHO aHHOTUPOBAHHOM paHee
nocnenoBareabHocTd nojgHoro reHoma MTIHK nunun Oregon-R, nomep GenBank
NCO001709. IlomumopdusM 1O 3TOMY CaTy SBISETCS OJHUM U3 HauOoliee
MH()OPMATUBHBIX I WIACHTU(UKAIUU TarioTUnoB MutoxoHapuanbHou JHK,
CONPSDKEHHBIX C JABYMs Hambojee pacnpoctpaneHHbiMH reHotunamu Wolbachia.
beimn  ucnonib3oBaHbl  ajuienb-crienuuuHbie npaiimepsl: 2187 snp-mel ans
BapuaHta «2187-T» (conacnenoBanue ¢ wMel n MogoOHBIMU €My T€HOTHUIIAMU
Wolbachia); u 2187 snp-cs/cs2 mist Bapuanta «2187-C» (coHaciemoBaHue ¢
reHotunamMmu wMelCS/wMelCS2) (Mnunckuii, 2008). B kauectBe 0oOpaTHOTO

npaitmepa ucnonb3zoBaics COIR1 (tabm. 2.2).
Ycnosus [P pis kaxxaoro Habopa mpaitMepoB MPUBEACHBI B Ta0miie 2.3.

Bcee TIHP-npoayktel pazaensuii B 1-1,5 % arapo3Hom reise, oKpalieHHOM
opomucteiM dTUaMEM, B Oydepe 1xXTBE (TRIS 0,089M, kucnora 6opnas 0,089M,
STA 0,002M) nipu HanpspKeHHOCTH ToJist 3 B/ceMm.
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Tabnuna 2.2. Cnucok UCOIb30BaHHBIX B pab0OTE MpaliMepoB.

AMmumduImpyeMbIii TPOIyKT

[Ipaiimep

Onpenenenne

cTatyca HHPUIIMPOBAHHOCTU

I'en noBepxHOCTHOTrO O€nKa
Wolbachia, wsp

81F 5-TGGTC-CAATA-AGTGA-TGAAG-AAAC-3’
691R 5 -AAAAA-TTAAA-CGCTA-CTCCA-3

I'era 16SrRNA Wolbachia

99F 5°-TTGTA-GCCTG-CTATG-GTATA-ACT-3
994R 5°-GAATA-GGTAT-GATTT-TCATG-T-3°

Onpenenenue renorumna \Wolbachia

VNTR-141 Wolbachia

F5-GGAGT-ATTAT-TGATA-TGCG-3
R 5 -GACTA-AAGGT-TAGTT-GCAT-3

VNTR-105 Wolbachia

F5-GCAAT-TGAAA-ATGTG-GTGCC-3°
R 5 -ATGAC-ACCTT-ACTTA-ACCGT-C-3

IS5-WDO0516/7 Wolbachia

F 5 -CCATC-AAGGT-CTCTT-TCA-3°
R 5-TGCAA-GGAAA-ACTAA-ACCAG-3

1IS5-WD1310 Wolbachia

F5-AGGAG-AACTG-GTCTA-CGC-3
R5-TGTTG-CTGAG-CTTTG-CT-3

HuBepcus WD0394-WD0541
Wolbachia

F5,-AAGTC-TGTCA-CGGTT-GAG-3°
R 5-GTAAA-AGATG-CAGTA-AAGG-3

Ornpeenenre MUTOTHIIA

COIR1 D.melanogaster

R5-GAGTT-CCATG-TAAAG-TAGC-3"

2187 snp-mel

F5-GCG-TTT-GAT-TTT-TTG-GTG-AT-3"

2187 snp-cs/cs2

F5-GCG-TTT-GAT-TTT-TTG-GTG-AC-3
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Tabnwma 2.3. Ycnosus [P ans rcnonb30BaHHBIX B paboTe HAOOPOB MpaitMepoB.

JLJ1st KKk 10ro nuKIia
Komnu- [lepBruunas OTKUT ®uHanbHas
. JIeHaTy- . 3JIOHTa-
[Tpaiimep 4eCTBO | JACHATYpalus ALLILA npaiime- st AJIOHT IS
IIUKJIOB (94°C) (% fo Q) poB (72°C) (72°C)
(55°C)

1IS5-WD1310 35 3 MuH 15 cex 40 cex 2 MHH 1,5 MmuH
IS5-WDO0516/7 35 4 MUuH 10 cex 40 cex 2 MUH 2 MUH
1/4|\]|-TR-105, VNTR- 35 4 MuH 12 cex 40 cex 1,5 mun 2 MHH
HuBepcus
\WD0394-WD0541 35 2 MUH 15 cex 30 cex 4 MuH 9 MuH
2187snp-mel
2187snp-cs/cs2 27 2 MUH 15 cex 30 cex 30 cex -

2.5 IlocTanoBKa IKCIEePUMEHTA no aHAJIM3Yy AUHAMHUKH

MHGUIMPOBAHHOCTH SIUYHBIX nomyJsimuii Drosophila melanogaster

Jlnst  oKcmepuMeHTa 1O aHalu3y  JWHAMUKH  MHQPUIUPOBAHHOCTU
SKCIEPUMEHTAIbHBIX monyJisiiuii D. melanogaster Obun BEIOpaHBI YETHIPE JIMHUH
MyX u3 (ponaa nadoparopun renetrku nomyisinui Uul" CO PAH: Bi90 (bumikek,
2004 r., undpunmupoana Wolbachia renorunma wMel, murotun «My), w153
(Tamkent, 1989 r., nuapunmuposana Wolbachia renoruna wMelCS, muroTtum «Sy),
Bi90T (wemndunmpoana, mutotun «My») u wl53T (HenH(bUIIUpOBaHA, MUTOTHII
«S»). HemndunupoBanHble TUHUU OBUIM MOJYYECHBI U3 UHPHUIIUPOBAHHBIX MTyTEM
coaepxkanusi Myx Ha kopme ¢ 0,03 % TeTpanukiiiHAa B TEYEHHE ABYX MMOKOJIEHUN
(Ununckuit, 3axapos, 2009). JlaHHbIe TUHANA HE 3apayKCHbI KAKMMHU-THO0 BUPYCaMU
W HE HECIH MYTallMi, BIMSAIONMX Ha JKU3HECTOCOOHOCTh. J[JIT TOro dTOOBI
TIOJIYYMTh BBIPOBHCHHBIM TEHETHUYSCKHH (DOH, OBUIM MPOBEICHBI PEIMIPOKHBIC
ckpermuBanus Mexay auHusMA Bi90 u w153, u muausmu Bi90T u wil53T mo
cnegyromeii cxeme: (1) @ Bi90 x & wib3, (2) @ wib3 x & Bi90,
(3) @ Bi90T x & wi53T u (4) @ wis3T x & Bi90T.
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[ToTOMKH TaHHBIX CKPCINMBAHUN ObUIM MACHTHYHBI 110 T€HETHYECKOMY (POHY
U OTJIUYAIUCh TOJbKO Mo muroTHiy (murotun D. melanogaster m Hamuume
(renotum)/orcyrctBue Wolbachia): (1) M-Mel, (2) S-CS, (3) M-w, (4) S-w, tie M
u S — mutotunel D. melanogaster, Mel u CS — renmorunsr Wolbachia wMel u
wWMelCS, cootBercTBeHHO, W — otcyTrcTBHe Wolbachia. 13 motomcTBa 0T Kaxkaoro
CKPCIMBAHUS MPOBOIUIICS OTOOpP CaMI[OB M JCBCTBCHHBIX CaMOK, KOTOPBIX, IO
3aKJIaJIKH SKCIIEPUMEHTA, COIep Kalld pa3e/ibHO Ha H3IOMHOM Kopme mpu 16°C He

OoJiee 3 CyTOK.

Jlanee moJiydeHHbIE JIMHUU OBLIM MCIOJIB30BAHBI [JISi CO3JAHUS YEThIpEeX
AKCIIEPUMEHTATBLHBIX SIITAYHBIX TIOTTYJISTIAMN, KOHTPACTHBIX 1o
IUTOILIa3MaTuaeckomy (ony (puc. 2.1). Kaxkaas nomyssius n3Ha4aabHO COCTOsIIA
u3 300 camoxk u 200 camiioB (150 camox u 100 caM110B OT TMHUK-OCHOBATEIIHLHUIIBI).
[MepBas momyssnus coaeprxaina ocoodelt € rurotunamu M-Mel u S-CS, Bropas — u3
ocobOeit ¢ nutotunamu M-Mel u S-w', B TpeTheii MOMyJIAIUU COACPIKATHCH OCOOH C
murotunmamMu S-CS w M-w, a deTrBepTas MOMyIAmus COCTOsUIa W3

HEeUH(PUIIUPOBAHHBIX 0coOel ¢ nuroTurnamMu M-w- u S-w,
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Puc. 2.1. Cxema mocTaHOBKH dKCIIEPUMEHTANBHBIX monyisiiuii D. melanogaster. B

. € X
CKOOKax YKa3aHbl OUTOTHUIIBI UCIIOJIB30BAHHBIX JIMHUU. — OCO6I/I, I/IH(bI/II_II/IPOBaHHI)Ie

S e

Wolbachia renoruna wMel, — ocobu, muummposanusie Wolbachia renorumna

Sl

wMelCS; —  HeuH(UUUPOBaHHBIE o0cobM ¢ M-muroTumom; -

HeUH(UUMPOBAHHBIE OCOOU C S-MUTOTHUIIOM.

2.6 Xo/ IKCcnepuMeHTAa

[Tocne 3aknaaky 3KCIEPUMEHTA MO U3YUEHUIO JUHAMUKHA WH(DUIIMPOBAHHOCTH
SKCIIepUMeHTaIbHBIX Tomyisiiuii D. melanogaster 6akrepueii Wolbachia pasabix
FEHOTHUINOB B KAXKIBIA TMOMYISIHHUOHHBIN SINUK C MEPUOJUYHOCTBIO B 2-3 NHS B
TEUEHUE HEJENH MOMEeIAIoch No 15 mpoOupok ¢ KOpMOM (COCTaB Ha 5 JI. BOABL:
arap-arap — 32 r., apoxxu cyxue — 120 r., kpyna manHas — 180 r., caxap — 180 r.
Ha 1 nutp roToBoii cpeabl — 2 M1 HUMaruua). Myxu coaepkanuch Ipu MOCTOSTHHON
temriepatype 25°C. IIpoOupku ¢ OTIIOKEHHBIMU SUIIAMU TIEPECTABIISIIUCH B HOBBIC

MONYJISIITUOHHBIE SIIUKUA. DKCIEPUMEHT Mpojaosnkaics B TeueHue 20 MOKOJEHUM,
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pu 3TOM TiepBbie 11 moKoeHUi He TIepeKpPhIBAIUCE MEXITy coboit. COop MyX U3
MOMYJSAIMOHHBIX SIIUKOB OCYHIECTBISUICA TPHU TMOMOIIM 3Kcraycrepa, 0ocolu
pa3IeSITHCh TT0 MOy, MOCYUTHIBAIACH, GPUKCHPOBATUCH B 96 % ATHIIOBOM CIUPTE
¥ ToMetnainch Ha XxpaneHue npu -20°C. beiio codpano, 1 3a)MKCUPOBAHO B CITUPTE
27907 camok u 25844 camma, Bcero 53751 ocobr u3 11 HemepekphIBAOMIMXCS
MEXTy COO0H MOKOICHUI MyX U3 KaKJIO0TO MOMYJSIIIHOHHOTO SAUKA, a Takke 20-ro
MIOKOJICHUSI, TONy4eHHOro Tmociie 11-ro CBOOOMHBIM CKpENIMBAaHHEM APO30(IIT

MEPEKPBIBAIOIINXCS] TOKOJICHHM.

Hns anamu3a wHuupoBannoctu D. melanogaster 6akrepueii Wolbachia
metoaoM I[P Opamwcek BeIOOpKkH, B KoymuecTtBe 60 — 120 camok. Anamu3 JIHK
KOKIOM OTACNbHOW CaMKU TPOBOJWIICS C UCIOJIb30BAaHUEM IpailMepoB,
cnenmuUIHBIX K BCTPOMKE HWHCEPIMOHHOW TocienoBaTenbHOCTH IS5 B J1OKyC
WD1310 renoma Wolbachia (ta6:. 2.2), 61arogapss KOTOPEIM MOXKHO Pa3IHuUTh
rerotuniel WMel u wMelCS (puc. 1.6). g Bcex HeMH(UIMPOBAHHBIX OCOOCH
MIPOBOJIMJICS aHAJIM3 MUTOTHIIA B IEJISAX, BO-TIEPBBIX, YCTAaHOBUTH NPHUTOJTHOCTH
BeieneHHon JIHK s amanms3a ®, BO-BTOPBIX, I8 BBISBICHHS OCOOCH,

YTPAaTUBIIHUX OAKTEPHIO.

JIOCTOBEpHOCTh OTIAMYMUMA YACTOT WHOUIIMPOBAHHOCTH MEXY MOKOJCHUSMU

OLIEHUBANIACH C IOMOILBIO KPUTEPHS >,
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I'nasa l11. PE3YJIBTATDBI

3.1 NHpuuupoBaHHOCTH NPUPOJAHBIX Oy IS UM

Drosophila melanogaster EBpa3zuu cumonoruueckoii 6axrepueii \Wolbachia

[IpoBenen ananmu3 WHOUIUPOBAHHOCTH BHYTPUKICTOYHOW OakTepHeit
Wolbachia 836 usocamousux munuii Drosophila melanogaster u3 npupomHbix
HOMyJSIUI  pa3iuyHbIX pernoHoB. Hawmbonee mpenctaBieHbl BBIOOPKU U3
nomyisiinii Ykpaussl (41 %) u Kabapauno-bankapuu (30,4 %). Madexuus Obuia
BBISIBJICHA BO BCEX HCCIIEIOBAaHHBIX MOMYIALUAX. J0y1g HHPUIMPOBAHHBIX 0cOOei

BapbpupoBana oT 30 1o 100 % u B cpennem cocraBuina 64 % (tadsn. 3.1).

Campble BBICOKHE YaCTOThl MH(DUIIMPOBAHHOCTH OTMEUEHBI JJISl MOIYJISIIUI
Tomcka (100 %), IlIBeuun, Y36ekucrana u n-oBa CuHaii (mo 88 %). Haubonee
HU3KHE YaCTOThl OOHAPYKEeHBI B onmyJsiusax Antast (49 %), Ykpaunsl (49 u 42 %),

u Opaniun (33 %).
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Tabnuna 3.1. UadunupoBanHoCcTh pupoaHbIX momyisimuid D. melanogaster
EBpasun cumounornyeckoit 6akrepueii Wolbachia. Jluaun u3 ¢ponga madoparopun

renetuku nonyssinuii Uul™ CO PAH.

Pernon Lon qmng HH(iI)[y?LJ[];po- Heﬂfill)o;L?Hpo-
cbopa | smmHui BaHHBIX, %0 BaHHBIX, %0
Bamaguas Cubups (HoBocubupck, Poccus) | 2008 | 57 67 33
Bamagnas Cubups (Tomck, Poccust) 2011 17 100 0
AnTaii (buiick, Poccust) 2008 | 29 72 28
Anraii (c. Yepra u c. Morau, Poccus) 2008 | 45 49 51
'Ykpauna (YMaHb) 2008 16 75 25
Ykpauna (AnymTa, Kpbim) 2010 | 55 49 51
'Ykpauna (c. U306unsHoe, Kppim) 2010 | 223 58 42
'Ykpauna (YMaHb) 2012 12 42 58
'Ykpauna (Kues) 2012 13 85 15
Kabapauno-bankapus (Hameuwk, Poccus) | 2010 85 72 28
Kabapauno-bankapus (Hameuwk, Poccus) | 2012 | 103 59 41
Kabapauno-bankapus (Hanbuuk, Poccus) | 2013 | 66 67 33
'Y36ekucran (TamkeHT) 2008 16 88 12
n-oB Cunaii (Erumer) 2010 24 88 12
Dpannmst (Monnense)* 2010 | 18 33 57
[[Benus (I'érebopr) 2012 57 88 12

* Jluauu nipenocrasnensl P.R. Haddrill.
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3.2 T'enorunuueckoe pasnoodopasue Wolbachia B npupoxnbIx

nonyasmusax D. melanogaster EBpa3zun

AHanu3 reHotunudeckoro pasHooodpasus Wolbachia cpeau nunduimpoBanubix
JIMHWHA BBISIBUJI CYIIIECTBEHHOE Mpeodmaganue renotunia WMel (B cpemnem 97,2 %),
KOTOPBIN, C pa3HOW YacCTOTOW, OBUT OOHApYXEH BO BCEX MPOaHATM3UPOBAHHBIX
nonyssiuuax (tabn. 3.2). Haubonbimas yacrora qannoro renotuna — 100 %, Obuia
3apuKcUpoBaHa B BBIOOpPKE M3 MOMYJISAUM Tomcka. Take BBICOKas YacToTa
renoturia WMel Wolbachia Obuta ormeuena B BbiOOpkax u3 momyssiiuii 11IBenun
(88 % ot obmero oorema BeIOOpKH), Kuera (85 %) u Tamkenra (81 %). B xoxe
UCCIICJIOBAaHKMSI B HEKOTOPBIX TOMYJIANMSIX HaMH ObUIM OOHApPYKCHBI PEIKHe
renotuniel Wolbachia. Tak, renorunn WMelCS 6but1 3adukcHpoBaH B MOMYJISAIIUAX
PecniyOnuku Antait (1 nunus, 2,2 % ot 061ero oobeMa BRIOOpPKU) U Y 30e€KucTaHa
(1 munws, 6,2 %). 'enotun WMelCS2 Obu1 3aduKcHUpOBaH B IIECTH CITydasX: B IBYX
HONyJIAUAX ¢ YKpauHbl (cymMMmapHo 4 nuHuu, 1,4 %) 1 B ABYX MONYJIIMSIX U3

Kabapauno-bankapuu (o 1 muaum, 9 u 15 %).

B xozxe ananmm3a BeIOOpku u3 momyssimumu D. melanogaster ¢ momyoctposa
Cunait (Eruner) nns 7 nuauil u3 24 Ha snektpodoperpamme ObUI0 0OHAPYKEHO
otnuune pazmepa [ILP-poaykTa ¢ mpaiimepa Ha Tannemubie moBTopsl VNTR-141
or koHTpodbHBIX TeHoTurnoB Wolbachia wMel u wMelCS. Hogeiii curnan
HaOmopacs Ha ypoBHe 0kojio 1000 1.H., 4TO HE COOTBETCTBYET YPOBHSIM CUTHAJIOB
s rerotuna WMel (okono 1300 m.u.) 1 WMelCS (1200 n.u.) (puc.3.1). Beuio
CAEaHO MPEAMNOJIOKEHHUE O TOM, YTO KojinuecTBO MOBTOpoB VNTR-141 B qanHOM
cliyyac MeEHbIE, 4eM Yy onucaHHeix reHoTunoB Wolbachia. B pesynbsrare
MOCJIEYIONIEr0 CEKBEHUPOBAHMS ObUIO OOHApY>KEHO, YTO KOJIMYECTBO MOBTOPOB
VNTR-141 y HOBOrO reHOTHIIa COCTABIISET 5, B TO BPEMSI KaK y IPYTHX T'€HOTHUIIOB

UX 4ucIio coctanisger 6 win 7. HoBblit reHoTH ObLT 0003HaueH kak WMel4 (1linsky,

2013).
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Puc. 3.1. DnekrpodopeTndeckuil CrekTp aMIuIMKOHOB 111 Mapkepa VNTR-
141. 1, 5, 6 — monoxxuTeNbHBIN KOHTpOb, reHoTHIr Wolbachia wMel; 4 — nuawms ¢
m-oBa Cunaii, HoBblii renotun Wolbachia; 2, 7 — remorunn Wolbachia wMelCS; 3, 8

— oTpULaTeNbHbIN KOHTposb. Mapkep 100 mH + 1,5 ToH + 2 ToH.

3.3  Pasnoo6pa3ue murorunoB Drosophila melanogaster B mpupoaubix

MOy JISIIUAX

Bo Bcex momymsuusx, KpoMme MOMyJsuu U3 TallkeHTa, NpUCYyTCTBOBAJIU
HeMH(UIMpOBaHHbIE 0COOM. [N JMHUNA, MOJYyYEHHBIX OT ATHUX OCOOEH, ObLI
MPOBEJICH a”Haan3 OJHOHYKJICOTUIHOM  3aMEHBI B no3unmu 2187
MHUTOXOHApHaIbHOrO TeHoma D. melanogaster (cm. pasgen 1.7.4) ¢ 1uenbto
onpenenenus: mutotuna. Hambosnee pacnpocTpaHeHHBIM oOKazajiacs MuToTun M
(98,6 % cpenu HemHbpuIUpPoOBaHHBIX, 35 % oT oOmero uwucaa nuHuii). Camas
BBICOKAsl 4YacTOTa HEUH(PUIIMPOBAHHBIX OCOOEW C JaHHBIM MHUTOTUIIOM ObLia
3adukcupoBana B BeiOOpke 2010 roga u3 nonynsiiuu @panuuu (67 % ot o0bema

BBIOOpKH) U B BeIOOpKEe 2012 rona u3 momymsinuu Y Manu, YkpauHa (58 %). Crour



67

OTMETUTb, 4YTO B BbIOOpke 2008 T. U3 NOOMyIsIUU YMaHU YHUCIO
HEeMH(DUIIMPOBAHHBIX JTUHUN COCTaBUIIO Bcero 25 % oT o0mero oobema BHIOOPKU
(Tabm. 3.2). B uenom, 115 Bcex MPOAHATM3UPOBAHHBIX COOPOB ¢ YKpauHbl 4acTOTa
HenH(UIMPOBaHHBIX 0co0eil ¢ mMutotunom M Bapbupyer oT 15 mo 58 %. B
nomymsuusix u3  Hampumka (KaGapauno-bankapus) Obuin  oOHapyxeHsl 4
HEeUH(PUIIUPOBAaHHBIC JUHUM ¢ MuUTOoTHNOM S. Omna muHusA (1,2 % ot obmiero
o0bema) Oblia oOHapyskeHa B BeiOOopke 2010 r. u 3 muuuu (2,9 %) — 2012 r. Ilo
gactoTe MuTOoTUINA M NaHHBIe BRIOOPKH OTJIMYAIOTCS He3HauuTeNnbHo — 27 u 38 %,

COOTBCTCTBCHHO.
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Ta6nuia 3.2. I'enotunmueckoe paznoodpaszue Wolbachia u mutotunuveckoe pasnoodpasue
D. melanogaster B npupoanbix nonyssinusx EBpasuu. [IpuBeneHbl gaHHbIC ONMyOJMKOBAHHBIX
pabot: Mnuuckuii, 3axapos, (2007a, 6), Mnunackuii (2008).

* — 3BE3JI0UKOI OTMECUCHBI JaHHBIC, ITOTYYCHHBIE B XOJI€ BBIITOJIHEHUS JAHHON paOOTHI.

Peruon, Yoo Hudummposano (remotun Wolbachia) Heunduunm-
Y oopa | it | wMel | wMeICS | wMelCS2 | wMel4 | (PP
Janbuuii BocTok
BnanuBocTok,
1982 1 ) ) ) ) 1
Bocrounas
Cubupb
Viau-Yi, 1988 1 - - - - 1
Vnau-Y i, 2005 26 17 - - - 9
Auraii
Buiick, 1992 20 6 1 3 - 10
["'opHO-AnTaiiCK,
1992 1 ) ) 1 ) )
[Mocnenuxa, 1992 25 5 4 7 - 9
Surapusrif, 1992 19 7 - 4 - 8
Buiick, 1993 17 6 - 3 - 8
{gggo-AnTancx, 20 6 ) 1 ) 13
Ackar, 2000 20 8 - 1 - 11
poOKYPIa, 20 | 13 : : . 7
Yemau, 2003 15 12 - - - 3
* Buiick, 2008 29 21 - - - 8 (M)
*c. Yeprau c.
Horau, 2008 45 21 1 } ) 23 (M)
3anagnasn
Cubupsb
HoBocubupck,
2003 / 3 ) ) ) 4
*
20}(1)(;13001/16Hpc1<, 57 38 ) ) ) 19 (M)
* Tomck, 2011 17 17 - - - -
Kbipreizcran
Kapaxour, 1992 1 1 - - - -
Bummkek, 2001 1 1 - - - -
Bumkek, 2004 21 11 - 4 - 6
Bumkek, 2005 47 36 - - - 11
12<51(1;451>1u1aH0BKa, 20 13 ) 2 ) 5
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Tabauya 3.2. (npooondicenue)

Kapaxkon, 2005 24 5 - - - 19

Ka3axcran
Anma-Arta, 1985 1 - - - - 1
Anma-Ara, 1988 1 - - - 1
Anma-Arta, 1989 1 1 - - - -
CeMumanaTHHCK, 1 1 ) ) ) )
2002

TamKukucTan

Jyman6e, 1985 1 - - 1 - -
Jymau6e, 1988 1 - - - - 1
Jyman6e, 1990 8 1 - 4 - 3

Y30ekucran
TamkenT, 1981 1 - - - - 1
Tamkent, 1984 1 - - 1 - -
Camapxkany, 1985 1 1 - - - -
TamxkenT, 1989 2 1 1 - - -
TamxenT, 2001 9 2 3 - 4
TamxenT, 2005 20 8 1 4 - 7
* Tamkent, 2008 16 13 1 - - 2 (M)

Ypaa

Bupck, 1974 1 1 - - - -
Yensbunck, 1991 1 1 - - - -

Yamyprus
WskeBck, 2000 1 1 - - - -
Kapam6aii, 2000 2 - - - - 2
ITeraac, 2000 1 1 - - - -
ITeraac, 2001 1 1 - - - -
Wsxenck, 2002 1 - - - - 1

ApMeHHus

JlenunaBan, 1988 1 - - - - 1

Kabapauno-

baakapus
Hasnpuunk, 1989 1 1 - - - -
Hasnpunk, 1992 1 1 - - - -
Hanpuuk, 1997 2 2 - - - -
* Hanpuuk, 2010 85 61 - - - 24 (23 - M,

1-95)
* Hanbunk, 2012 103 60 - 1 - 42 (39 - M,
3-95)

* Hanpumk, 2013 66 43 - 1 - 22 (22 - M)

KaBka3

KpacHomap, 1978‘ 1 ‘ - ‘ - ’ - ‘ - ’ 1
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Tabauya 3.2. (npooondicenue)

Amnama, 1979

Kuposoban, 1979

Tommmcu, 1981

Kpacunonap, 1982

I'enenmxuk, 1983

1

1

1
Rk

Kpacnomap, 1985

Kpacnomap, 1988

1

1

1
[EEN

Towmmcu, 1989

[Muynaa, 1991

Kpacnomap, 1992

Y T P N T T I L

Coun, 2004

[HEN
\l

bpsanckasn
00J1aCTh

bpsuck, 1987

benopyccus

I'omens, 1980

bapanoBnuy,
1986

Bbpecr, 1986

Iuuck, 1986

bpecrckas 06:1.,
1988

Burebck, 1989

N

1

1

1
S

Ykpauna

VYmausb, 1979

Vwmans, 1981

1

1

1
e

Marapau, 1982

=1

Yxropon, 1982

1

1

1
e

Kemenuyr, 1983

=1

Marapau, 1984

PR R PR

1

1

1
=

VYmanb, 1984

[HEN
o1

- - - 11

Kues, 1985

VYmansb, 1985

3amopoxne, 1986

Opnecca, 1986

I

Yxropon, 1986

Ymanb, 1986

YepHoObu1H, 1986

R RR R

VYmansp, 1987

[HEN
[EEN

1

1

1
O

baxumcapaii, 1988

[HEN

Ymanb, 1988

[HEN
N

- 1 - 10

Opnecca, 1989

[HEN

IR
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Tabauya 3.2. (npooondicenue)

VYmans, 1989 8 4 - 4

Xapbkos, 1989 1 1 - -

3anopoxse, 1990 1 - - 1

VYmanb, 1990 27 12 - 15

VYmans, 1991 18 9 - 9

Vmanb, 1993 17 3 - 14

3BEHUTOPOIKA,

1997 o 1 1 ) )

Hukomons, 1997 1 1 - -

3BEHUTOPOKA,

003 T 20 8 - 12

Huxkormosns, 2003 21 6 - 15

VYwmanb, 2003 20 14 - 6

Yepkaccnl, 2003 1 - - 1

VYmans, 2004 20 3 - 17

Snra, KpbiM,

008 46 11 - 35

Kues, 2007 6 6 - -

[Monecckoe, 2007 11 7 - 4

Ymann, 2007 15 11 - 4

YepHOOBLIb —

O3I;p0, 2007 27 17 ) 10

YepHOOBLIB -

Sl6nonesblii Cag, 5] 3 - 3

2007

* Vmanb, 2008 16 12 - 4 (M)

* Anymra, KpeiM,

oo TP 55 | 26 - 28 (M)

* N300mapHOE

Kpeiv, 2010 ’ 223 127 - 93 (M)

* Kues, 2012 13 11 - 2 (M)

* Ymans, 2012 12 5 - 7 (M)
MoapaBus

Kumunes, 1983 1 1 - -

Kumunes, 1984 1 - - -
n-oB Cunai

* Eruner, 2010 24 14 - 3 (M)

IIBenust
* ['éredopr, 2012 57 50 - 7 (M)
IToabma

Hewussectro, 1992 1 - - 1
BoJurapus

Anbena, 1986 1 - - 1
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Tabauya 3.2. (npooondicenue)

TP
Bepnun, 1988 1 - - - - 1
Hewussectro, 1989 2 - - - - 2
®panuus
* MoHmnelbe,
2010 18 6 - - - 12 (M)
646 (292
M, 4 - S, 350
BCEI'O: 1566 | 849 9 55 7 — He
onpeens-
JIOCh)
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3.4  IluroTHNHYECKoe pa3HOOOpa3ue JadopaTopHbIX JmHMii Drosophila

melanogaster

B xone ananu3za pacnpoctpanenHoctu Wolbachia cpeau MyTaHTHBIX JTHHHI
donma maboparopuu reneruku nomyssiuii Uul" CO PAH 6s110 00HapYyXeHO, 94TO
39 % wu3 Hux seistorcs Hocutenssmu Wolbachia (Mnuackuit u ap., 2013).
HaGmroaroTest OTIn4Ms B ypOBHE HHPHUIIUPOBAHHOCTH MEXK/Y Pa3HBIMHU TPYIIIIaMH
muaui. Cpenu HanOoJIee MPeCTaBICHHBIX IPYII («XpoMocoMa 1y, «xpomMocoma 2»
U «XpoMocoma 3») HauOOJIbIlIee YUCIIO WH(PHUIIMPOBAHHBIX JMHUNA MMEET TpyIa
«xpomocoMa 2» — 53 %, a rpymmel «XpoMocoMa 2» M «XpOMOcoMa 3»
uHuIUpoBansl Ha 29 %. s ocTaBHIMXCSA MaJOYHCICHHBIX TPYIII IMOKa3aTelb

UHQHUIIMPOBAHHOCTH BapbupoBai oT 33 10 68 % (tab:x. 3.3.).

Amnanu3 reHotunmaeckoro pasnoodpasus Wolbachia cpenn nabUIIMpOBaHHBIX
JMHAN TIOKa3al MPHUCYTCTBHE TpeX TeHOoTHrnoB Oakrepun: WMel (60 muHwmii),
wMelCS2 (65) u wMelCS (13), npu 3TOM IpyIIIIbI JUHHA OTIIHIATUCH MEKITY CO00i
10 COOTHOIICHHUIO JaHHBIX TeHOTUNOB. B rpymme «xpomocoma 1» Hambojee
NPEACTaBICHHBIM OKAa3ajCs PEIKO BCTPCUAIONIHICS B MPUPOIAHBIX MOMYJISIHSIX
renotunn Wolbachia wMelCS2 — 26 nummit. B To e Bpems, HauOosee
pacnpoctpaHeHHbINH reHoTrit WMel Ob1 onpeesien ToMbKo i 6 JIMHUK | elne 2
muann - Obi - wHGuuupoBanel  Wolbachia wMelCS-renotuna. B rpymme
«XpoOMOCOMa 2y YHCIIO JIMHUHM, HHOUIIMPOBAHHBIX OakTepuel reHoturnoB WMel u
wMelCS2, oka3zanachk mpruMepHO OJIMHAKOBBIM — 18 1 21, COOTBETCTBEHHO, U TAKXKE
2 ymuuun Hecnu Wolbachia renmotuma wMelCS. B rpynme «xpomocoma 3»
HanOoOJIbIEE KOJUYECTBO JUHHM, a uMeHHO 18, aBisiocs Hocurensmu WMel-
renotunia Wolbachia. B aByx caywasx Obur ompenenen WMelCS2-renorumn
Oaktepun u emie B yeThipex — WMelCS. Cpeaun «mamouncinenubix» rpymn «lethal

giant larvae», «xpomocoma 4» u «yellow» MmoOJIHOCTBIO OTCYTCTBOBAIW JIMHUH,
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unduuposanusie Wolbachia wMelCS-renoTrma, a B «MyJIbTHXPOMOCOMHOM

rpymnmne oOHapyKUJIUCh BCE TPU I'€HOTHUIIA OAKTEPHUH.

Tabmuna 3.3. HMuadumupoBanHocts Oakrepueit  Wolbachia  munwmit
Drosophila melanogaster ¢onna Jlaboparopuu reHeTrky nomyisinuii MacTUTyTA
uuTosioruu U renetuku Cubupckoro oraeneHuss PAH (r. HoBocubupck) (MnuHckuii

u ap., 2013)

Ywuciio nHOUIMPOBAHHBIX JTUHUT
['pynmna MyTaHTHBIX JTHHUN HCC;;E;EI&HO renorun Wolbachia ”
wMel | wMelCS2 | wMelCS

Xpomocoma 1 117 6 26 2 29
Xpomocoma 2 77 18 21 2 53
Xpomocoma 3 82 18 2 4 29
Xpomocoma 4 6 1 2 0 50
Tpanciokamuu 8 2 0 1 38
MynabTHXPOMOCOMHAS 24 1 3 4 33
yellow 22 13 2 0 68
lethal giant larva 17* 1 9 0 59

Bcero 353 60 65 13 39

* o7lHA JTMHMS BKJIIOYEHA B COCTAB IPYMIIBI «XpOMOCOMa 2».

[ToMumo aHanmm3a MHPUIIUPOBAHHOCTH OBLIO TAK)KE IIPOBEACHO ONpPEACICHUE
MUTOTHIA KaK WHQUIIMPOBAHHBIX, TaKk W HEWH(PHUIMpOBaHHBIX jnuHWH. Ha
OCHOBaHMH  OJHOHYyKJIeoTHAHOro  momumopdusma  37C/T  omHO3HAYHO
onpeeNsaeTcs MPUHAMICKHOCTh Kaxaou auauu Kk M- unu S-xnage mtIHK (cwm.
1.7.4.). Bbpuio 0OHApPYKEHO, YTO CpEeOud MYTAaHTHBIX JAOOPATOPHBIX JIMHUN
npeo0IIalatoT TMHUU S-Ki1aabel — 62 %, a moas nuHnid M-Ki1aabl COCTaBIIsSIeT TOIBKO
38 %. ITog mUTOTUTIOM MOJPa3yMEBAETCsI COBOKYITHOCTh KOMIIOHEHT MAaTePUHCKOM

HACJICACTBCHHOCTU: MHTOTHIIA BHAA-XO3AMHA W CTaTyCa I/IH(I)I/ILII/IpOBaHHOCTI/I
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oaxtepueii Wolbachia ¢ yuerom renoruna cumOuoHTa. McciieqoBanue mokas3aio
HaJIM4KMe cpeau JuHui GoHma yeteipex rmurtotunoB: M-MEL, M-w', S-CS, S-w
(rabu. 3.4.). Haubomnpmee uncio muanid — 40 %, mpeacTaBieHo IUTOTUIIOM S-W'.

YacToTa BCTpeyaeMOCTH OCTaBLIUXCS TPEX IIUTOTUIIOB Bapbupyet oT 17 10 22 %.

Tabauia 3.4. Llutotunsl MyTanTHBIX JuHHE Drosophila melanogaster dbonna
Jlaboparopuy TE€HETHKH NONy/snuidi MHCTHTyTa [HMTOJOTMH ¥ T'CHETHKH

Cubupckoro otnenenus PAH (r. HoBocubupck)

Yncno HuToTun
I'pymna JIMHUAMN - -
M-MEL M-w S-CS S-w
Xpomocoma 1 117 6 12 28 70
Xpomocoma 2 77 18 14 23 22
Xpomocoma 3 82 18 26 6 32
Xpomocoma 4 6 1 1 2 2
Tpancnokanuu 8 2 2 1 3
MynbTUXpOMOCOMHAs 24 1 5 7 11
yellow 22 13 6 2 1
lethal giant larva* 17 1 5 9 1
BCET'O 353 60 71 78 142

* - IJId ABYX JIMHUN MUTOTHII HE OIIPEACIICH, IOCKOJIBKY OHU MTOTHOJIH A0 MpPOBCIACHUA

aHaJIu3a.
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3.5  /lunamuka HUTOTHIIOB Drosophila melanogaster B

IKCIEPUMEHTAJBbHBIX NMOMMYJAIINAX

B xoJze 3kcriepuMenTa 1o aHajIM3y 4acToT [UTOTUIIOB B OKCIIEPUMEHTAIBHBIX
nomynsiusx D. melanogaster Opiia oTciie)keHa TUHAMHKA YUCIIEHHOCTH KaX IO

HOIYJIALMH IO MOKoJIeHusM (Tadi. 3.5).

Tabnmuma 3.5. JluHamMuKka 4YHCIEHHOCTM MyX B OKCIEPHUMEHTAIbHBIX

MMOITYJIAIUAX. B ckobOkax YKa3aHO KOJIMYCCTBO CaMOK/CaMHOB.

[Monmynsums
Ilokxonenue
1 2 3 4
0 430 438 426 448
(250 / 180) (257 1 281) (271 /155) (264 / 184)
1 928 505 435 670
(509 / 419) (259 / 246) (184 / 251) (306 / 364)
2 586 955 1056 1006
(230 / 356) (429 / 526) (594 / 462) (478 / 528)
3 490 425 628 475
(288 / 202) (295 /130) (378 / 250) (288 /187)
4 440 419 462 377
(254 / 186) (253 / 166) (268 /194) (211 / 166)
5 1254 1267 1020 1258
(565 / 689) (641 / 626) (344 /1 676) (567 / 691)
6 1355 1477 1493 1591
(575 /780) (761 /716) (698 / 795) (832 /759)
7 910 844 967 913
(454 / 456) (460 / 384) (531 /436) (523 / 390)
5 1312 1228 1383 1087
(637 / 675) (693 / 535) (626 / 757) (546 / 541)
9 670 1082 1127 1111
(348 / 322) (566/516) (594/533) (561/550)
10 1674 1750 1938 1640
(841 /833) (903 /847) (968 / 970) (807 /833)
11 692 2131 807 1536
(446 / 246) (1088 /1043) (442 / 365) (7591 777)
20 1666 1709 1532 1728
(958 /708) (1027 / 682) (848 /684) (1032 / 696)
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Ha nuHaMUKY IUTOTUIIOB B DKCIIEPUMEHTATBHBIX MOMYJISIIUSIX MOTYT BJIUATH
Takue ¢akTopsl, Kak Temneparypa (Harcombe, Hoffmann, 2004; Baiicman u np.,
2009; Versache et al., 2014), menocraTox numm (Harcombe, Hoffmann, 2004),
nexotopsie PHKoBrie Bupych (Hedges et al., 2008; Teixeira et al., 2008) u myranuu
B oTnenbHbiXx renax (Starr, Cline, 2002; Clark et al., 2005; lkeya et al., 2009),
pasuuna B muogoBuroctu uHuii (Fry et al., 2004), a takke MHIyHHpOBaHHAs
Wolbachia IIH wu HemonHas MaTepuHCKas Iiepegavya OakTepuu (IIOSIBICHHE
HEMHPUIIMPOBAHHBIX 0CO0€ B MOTOMCTBE HWHOUIMPOBAHHOW caMku). YacTh
¢dakTOpoB ObLIa MCKIIFOUEHA HAMU MPHU MMOCTAHOBKE AKCIIEPUMEHTA (CM. pa3Jieibl
2.1, 2.2), ogHaKO YCJIOBUSAMH OJKCIIEPUMEHTAa Mbl HE MOIIM HCKIOuuTh [[H,
HETIOJTHYI0 MAaTepPUHCKYIO Tiepefady OaKTepuH, a TakKe BO3MOXKHYIO pPa3HUIYy B
TUTOZIOBUTOCTH CaMOK. TakuM o00pa3oM, JdaHHbIE (aKTOpbl MOTJIM BIIMATH Ha
JTUHAMUKY HCCIEIYEeMBbIX IMTOTUIIOB. lcxoms w3 3Toro, OBUIO BO3MOXKHO
WCTIONIb30BaTh IS aHaN3a dKCIIEPUMEHTAIBHBIX JaHHBIX paHee MPEJIOKCHHYIO B
auTepaType Marematuaeckyro moeib (Hoffmann et al., 1990; Turelly et al., 1992):

p.(1— p)F
1-p.(1=F) = S;p.(1—p,) — pF5,pf

Pry1 = (3)

M3HauanmpHO OHa ObUla NpPUMEHEHAa IS pacdeTa JUHAMUKM 9aCTOTHI
MHGHULIUPOBAHHOCTH B NPHUPOAHBIX momyimsuusx D. simulans u B Hell yuTeHbI
yposenb ITH (Sh), oTHOCHTENbHAS IUIOAOBMTOCTh MH(DHUIMPOBAHHLIX CAMOK IO

CpaBHEHHIO ¢ HeuH(uuupoBaHHbIMU (F) ¥ ypoBeHb HEMONHOW MaTEPUHCKON

nepeaayu (u).

B xone npoBeAeHHOTO UCCle0BaHusl HaMU He ObL1o 3apukcupoBaHo (PakToB
yTpaTbl OaKTepUU CpPeau MOTOMKOB HH(HUIIMPOBAHHBIX CAMOK — T.€., HETOJHOU
MaTepUHCKOM nepenaun (Tadu. 3.6). CiaenoBaTeNIbHO, BIMSHHEM 3TOr0 (akTopa Ha
nuHaMuky reroturnoB Wolbachia B skcrneprMeHTaNbHBIX MOMYJISALIUAIX MOKHO

npeHebpeus. Torma popmyna (3) nmpuobpeTraeT Bu
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Fp,
l_prtl_ Fj _Shprtl_prjl

Pryr — (4)
COOTBeTCTBeHHO, B HpOBeI[eHHOM SKCHepI/IMeHTe Ha I[I/IHaMI/IKy IIUTOTHUIIOB

MOI'JIN BJIMATH IBA Q)aKTOpa - L[H H IINIOJOBUTOCTB.

Tabmuma 3.6. MVHQUIMPOBAHHOCTH HCCIEAYEMBIX JKCHEPUMEHTATbHBIX
nonyisuuii Drosophila melanogaster 6akrepucit Wolbachia nsyx reHoTumnos 3a

BCChb IIEpUOA ITPOBCACHUA SKCIICPUMCHTA.

WudumpoBaHo Hewnduuposano
Tonynsuus il/cl)%z(;r (renotun Wolbachia) (MHUTOTHII)
wMel wMelCS M S
1 885 628 257 0 0
2 930 524 0 0 406
3 824 0 541 283 0
4 319 0 0 269 50

W3 nutepaTypHBIX JaHHBIX U3BecTHO, uyTo [[H B momymsmusix D. melanogaster
HaxoauTtcs B mpeneiax ot 10 mo 20 % (Hoffmann et al., 1994; Mnunckwii, 2008;
Nnuncknii, 3axapos, 2009). B 1o jxe Bpemsi, TOYHBIX JAHHBIX O TOM, TIPEIOCTABIISET
au Wolbachia penpoaykTuBHOE MPEUMYIIECTBO TSl HHOUIIMPOBAHHBIX 0COOCH, B
nureparype Her. Eciam paccmarpuBars Tonpko BimsHue I[H, a mimomoBuTocTsh
0oco0eil ¢ pa3HbIM ITUTOTUIIOM cuMTaTh oauHakoBoil (F = 1), To dopmyna (4)

MPUOOPETET CIETYIOIINUMA BU;

p _ P
- Sppe(1 —pe)

(5)
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AHaOTUYHO MOKHO PaCCMOTPETh CUTYALIMIO, IPU KOTOPOM OakTepus He

BbI3bIBacT L{H, HO mpenocrasiser penpoiyKTUBHOE IPEUMYLIECTBO XO3HUHY. B

3TOM citydae popmyia (4) mpuMeT BUp, ., = %. (6)
(1o

[TockonpKy TpaHUWIl JUIsl 3HAYEHUS OTHOCHUTENBHOM TuIOAOBUTOCTH F B
JUTEpaType HET, MbI MPEANOJIaracM uX aHaJIOrHYHbIME 1S 3HaueHus Sy — 10 % (F

=1,1)u20% (F = 1,2).

Ha pucynkax 3.2 u 3.3 npuBeneHbl rpaduku, MOCTPOCHHbIE HA OCHOBaHUHU
dbopmyn (5) u (6) 1 oTpaxkarIUe JUHAMUKY PAacpOCTPAHEHUs OAHOTO HUTOTHUIA
OT M3HAYAILHOTO cooTHOMIeHH 1:1mpu 3navenusx Sp = 0,1, Sp=02uF =11 F =

1,2 na npotspkeruu 100 OKOJICHUH.

0,3 A
0,2 -
0,1

YacTtoTta yutotuna

0 4 8 12 16 20 24 28 32 36 40 44 48 52 56 60 64 68 72 76 80 84 88 92 96 100
NokoneHne
<+-9-:Sh=0,2---#---Sh=0,1

Puc. 3.2. lunamuka nutotunos D. melanogaster nipu yposue IITH 10 % (Sh =
0,1) u 20 % (Sh = 0,2).
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coe@eecF=1,1 ---@--F=12

Puc. 3.3. Jlunamuka murotunos D. melanogaster mpu 10 % (F = 1,1) u 20 %

(F = 1,2) pa3uulie B IIIOJOBUTOCTH 0COOEH ¢ pa3HBIMU IUTOTUIIAMHU.

O4eBHUIHO, YTO TIPU IEUCTBUU TOJIBKO ojHOrO (haktopa IIH, mons ogHoro us
IIUTOTUIIOB OyJEeT yBEIWYUBATHCA 10 (UKCAlMM, KOTopas HacTymaeT B 70-m
nokosieanu Tipu ypoBHe I[H 20 %. Ilpu Gonee HM3KMX 3HAUCHUAX Sy (pUKCAIUS
COOTBETCTBEHHO OyAET MPOUCXOAUTH MO37HEe. AHajJoruuyHas cutyanus Oyaer
HaOJII0IaThCS TPU CYIIECTBOBAHMHM PEMPOJYKTHBHOIO IPEUMYIIECTBA CaMOK C
OJIHUM LMUTOTUIIOM HAJ CaMKaMH C JPYTMM LMTOTUIIOM, OJIHAKO (ukcaius B
JJAHHOM clIydae OyJeT IMPOHMCXOIUTh MO3KE, 10 CpaBHEHHIO ¢ AaHHbIMU s [1H.
Tak, npu 3Hauennu F = 1,2 ¢duxcamus ogHOTO HUTOTHIIA HACTYMHUT B 80-M
nokoJieHuu. st 11-ro u 20-ro mokoJICHUH, SBIISIOIIUXCS KIHOUEBBIMU TOYKAMHU
MPOBEICHHOIO AKCIEPUMEHTA, JOJI OJHOTO M3 IMTOTUIIOB Ha OCHOBaHUHU
TEOPETUUYECKUX JIAaHHBIX JOJKHA COCTABIATh 88 1 97 % npu 3Hauenuu F =1,2 u 82
1 96 % npu 3nauenun Sy = 0,2. lnga F = 1,1 stu 3Hauenus cocrapisaior /4 u 87 %,

amstS,=0,1-66u79 %.

Ecnu xe B monynsitiuu 6ynet Hadmonatees v [{H, v pazHuiia B miogoBUTOCTH,

TO WX BIMSHUE OYIET CyMMHUPOBAThCS, YTO MPHUBEIAET K emie Oosee ObICTpon
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@HKC&HI/IH OJHOI'O M3 INIHUTOTHIIOB. CornocTaBum TCOPCTUUICCKUC Fpa(bI/IKI/I C

JAaHHBIMHU, ITOJIYYCHHBIMHA B XOJ€ OKCIICPUMCHTA.

N3HavansHO PaCCMOTPpUM UYCTBCPTYIO IMOIIYJIIHUIO, KOTOPAA HCIIOJIB30BAJIACh

Kak koHTpoJb 6e3 Wolbachia (puc. 3.4).

[Ipy mocTaHOBKE SKCIIEpUMEHTa MbI MpeArojarajid, 4YTO B OTCYTCTBHUHU
Wolbachia cooTHomeHHEe THMTOTHIIOB B KOHTPOJBHOW MOMyNSAIUU HE Oyaer
U3MEHATbCA B TEUEHHUE BCETo AKcrepuMeHTa. OJHAKO B XOJE HCCIEI0BAHUS MbI
obHapyxmu gocrtoBepHoe ypenumdenwe (P < 0,001) momm ocoOel, Hecymmx
uutotun M-w™ 10 90 % yxe Bo BTopoMm nokosnenuu. HabmogaeMblil pe3yapTaT MOT
OBl CBUJIETEJILCTBOBATh O IMpEUMYyLIECTBE 0co0el, Hecymux uurotun M-w’, mo
CPaBHEHHUIO C 0COOSIMH C IIUTOTUNIOM S-W. OJHAKO B MOCIEIYIOMUX MOKOJICHUAX
MBI HE Ha0mo1aeM (PUKCallUK YacTOT UTOTUIIOB U B 20-M MOKOJIEHUU J10JI1 0cO0ei
c mutotunoM M-W coxpansiercss Ha ypoBHE 90 %, 4TO COOTBETCTBYET HAILUM
W3HAYaJIbHBIM TPEATIOI0KEHUSIM 00 OTCYTCTBUM M3MEHEHUH YacTOT IUTOTUIIOB B
KOHTPOJIBHOM TONyJsauud. Mpl TpoBENM MNOBTOPHYIO IOCTAaHOBKY JaHHOMU
NOMYJISIMU TPU TEX K€ YCIOBUAX C TEMH ke JIMHUSIMHU (puc. 3.5). B xone ananusza
JUHAMHUKY IMTOTHIIOB OBLIIO OOHApY)KEHO AaHAJIOTUYHOE YBEITUYECHHE B TIEPBOM
MOKOJICHUU J0JM ocobOeit ¢ ruTotunoM M-w o yposus 67 % (p < 0,01), a Ha
MPOTSHKEHUH TIOCIIEIYIONINX MATH MPOAHATN3UPOBAHHBIX MIOKOJICHUN COOTHOIIICHNE
OUTOTUIIOB HE U3MEHsUIocb. Ha OCHOBaHMM TMOMYYEHHBIX JAHHBIX Mbl
IpenoiaraéM, 9To HabJIto1aeMbIe PE3KHNE N3MEHEHHSI YaCTOT IMTOTUIIOB B TIEPBBIX

JIBYX TIOKOJICHUSX 0OYCJIOBJICHBI BJIUSHUEM CITy4alHbIX (haKTOPOB.
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Puc. 3.4. Jlunamuka usMeHeHHs 4yacToT nuroTunoB D. melanogaster mo

IIOKOJICHUAM B quBepTOﬁ IIOITYJIALIUH.
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Puc. 3.5. JIluHaMMKa WM3MEHEHUS YacCTOT IIUTOTUIIOB MPU TOBTOPE CXEMBbI

sKCIiepuMenTa s 4-it He uaduuuposanHoi Wolbachia momymsiuu.

CHC}IOB&TCJ’IBHO, MBI MOXEM HC paCCMaTpuBaTb BJIUAHHUC MHUTOTHIIA

D. melanogaster Ha AMHAMUKY YaCTOT IUTOTUIIOB B OCTABIIMXCS HHPHUIIMPOBAHHBIX
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Wolbachia nmomynsnusax. OmgHaKO CTOMT Y4YUTBIBaTh TOT (DaKT, YTO U3MCHCHHS

YaCTOT MOT'YT IPOUCXOJUTH PE3KO.

B niepBoii 3KCIIepUMEHTAIBHOM MOMYJISIUY TOJ0BHHA 0CO0EH Heclia IIUTOTHUIT
M-MEL (uadpunmposana Wolbachia renotuma wMel), npyras moioBuHa — MUTOTUTT
S-CS (Wolbachia renoruma wWMelCS). B xome mpoBeacHHOrO —aHajm3a
uHbUIMpoBaHHOCTH 0coOeit Oakrepueii Wolbachia Obut0 06HapyskeHo, uto kK 11-
My MOKOJICHUIO B MOMYJIALIMU 10CcTOBepHO yBennumiach (P < 0,001) gons ocobeit,
Hecyux Oakrepuio reHoruna WMel o yposus 83 % (puc. 3.6). Habmogaemoe
U3MEHCHHE COOTBETCTBYET JaHHBIM M3 MPUPOAHBIX IOMYJIAIUA, B KOTOPBIX
npeoonanaetr Wolbachia renorunia wMel (Riegler et al., 2005; Wnunckuii, 3axapos,
2007a, 0; WMmuuckuii 2008; Zakharov et al., 2010; Ilinsky, 2013). Oxgnako mnpu
aHaIu3e AMHAMUKHA OBLIO OOHApYXKEHO, YTO HAYMHAs C YETBEPTOrO IMOKOJICHHUS
COOTHOIIICHUE IUTOTUIIOB JOCTOBEPHO HE M3MEHSJIOCh M B 20-M IOKOJCHHU

CHUBMJIOCH /10 YpOBHA 76 %, KOTOpbIN ObLT 3aUKCHpOBAH €II€ B YETBEPTOM

ITOKOJICHHH.
Nonynauma 1 (uutotnnsbl M-MEL u S-CS)
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08 - ,; s{\ \1 - { + 2000
M - 7
o 07 - ’ ‘{’ £ 1750 S
C l = - cC
= 06 - -, + 1500 @
o -©~ :
E 05 - }' i + 1250 2
3 o4 - { . + 1000 3
E 1 . : I
& 031 l{ Wlolee T .. t750 %
S 02 - ettt LT 1500 5
L 1 5 <
0,1 - 250 J
0 0
FO F1 F2 F3 F4 F5 F6 F7 F8 F9 F10 Fl1 F20
NokoneHne
C—YucneHHoCTb nonynsaumm = &= yactota wMel ---e---yactota wMelCS

Puc. 3.6. lunamuka usmeHeHus yactot nurotunos D. melanogaster B mepsoii

BKCHepHMeHTaHBHOﬁ IMOMyJIALINH.



84

JIOCTOBEpHBIX U3MEHEHUM 4acTOT LIUTOTUIIOB Mbl HE OOHAPYXWIM U MEXITY
NEPBBIMU JABYMs NOKOJICHUSIMU: HECMOTPSI HA HE3HAYUTEIBHOE YBEIUYEHHUE JOJIU
ocobeii ¢ muroruriom M-MEL 1o 58 % B mepBoM MOKOJIEHHH, KO BTOPOMY

IMOKOJICHUIO UX JOJII CHU3WiIach 10 53 %.

HaunGosnpmme u3MeHEHHUs TIPOU30IUIH B TPEThEM W YETBEPTOM ITOKOJICHHSIX,
xormpa gois D. melanogaster ¢ nurorumom M-MEL pesko yBenmuuumach ¢ 53 10
77 %. ITogoOHyI0 MMHAMHUKY MBI HAOJIIOJaTM B KOHTPOJILHOUW MOMYJISAIUH, TS B
TIEPBBIX MOKOJICHHUSX MPOM3OIILIO PE3KOEe YBEIMYCHUE JOJIU 0COOCH C MHUTOTHUIIOM
«M». BepoaTHo, 4TO U B CiIy4ae NEPBOM MOMYJISUUU TAKOE PE3KOE M3MEHEHHE
YaCTOT IUTOTUIIOB TaKXKE€ MOXET OBITh PE3yNbTaTOM JCHUCTBHS TEHETHYECKOTO
nperida. Takum 06pa3zoM, MBI MOXKEM TpEIIIoIaraTh, YTO B IEPBOM MOIMYJISAIIUHA HE
pou30IuIo 00ycioBieHHBIX BiusaueM Wolbachia mocToBepHBIX H3MEHCHHIA

q9aCTOT OUTOTHIIOB.

Mgl He paccMarpuBaeM B JaHHOW nomyJysinuu BiusHue 1[H, mockonbky B
JMTEpaType HET JaHHBIX O TOM, uro Mexay reHotunmamu Wolbachia wMel u
WMelCS cymectByeT HecOBMECTHMOCTh. M3 Ipyrux BO3MOXHBIX (DaKTOPOB B
JTAHHOM BapUaHTE YKCIICPUMEHTA MOXKET CYIIECTBOBAThH PA3JIMUME B TUIOIOBUTOCTH
ocobOeit, Hecymux Wolbachia pasueix renotunos. PaccMoTpum, kak COOTHOCSTCS
IKCTICPUMEHTAJIBHBIC JJAHHBIC C TEOPETUUCCKUMHU IS CITydasi, KOraa 0coOOU ¢ OHUM
TCHOTUIIOM OaKTepHu 0oJiee TII0IOBUTHI, YeM 0COOH, HeCYIe OAKTEPUIO JPYroro

reHorurna (puc. 3.7).



85

0,9 A
0.8 1 & ’"“0-. /. ......-o.--o-"."“."'
0,7 - ’/ - . {.-.---“"‘ﬂ"."

061 & P AP

0’5 _ ¢.o~"
0,4 A
0,3 A
0,2 A
0,1 A

O T T T T T T T T T T T T T T T T T T T T 1

0 1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18 19 20
NokoneHne

YacToTta untoTtmna

e F=1,1 F=12 =-=-onynauus 1

Puc. 3.7. CpaBHeHuE TEOpPETHYECKOM U HaOJII0JaeMOM  JAUHAMUKHU
D. melanogaster, wndpummpoanusix Wolbachia renotuma wMel, B mnepoit
IKCIIEPUMEHTAIBHON MOMysiuy B TeueHue 20 MOKOJIeHUH TPU pa3HbIX 3HAYEHUSX

OTHOCHUTEIBHOM INIOAOBUTOCTH F.

Kak ciemyet u3 puc. 3.7, IOYTH BCe MOIYUYCHHBIC B KCIIEPUMECHTE 3HAUCHHUSI
MOIMAJIAl0T B 00JIACTh MEXKJY TECOPETUYCCKHMMH KPUBBIMH, COOTBETCTBYIOIIUMH
IpEIoJIaraéMbIM TPaHUIIAM JUIsl 3HAYEHUH OTHOCHUTEIhHOW TutomoButoctn F. B
ITOM Cllydae JaHHOE 3HaueHHWe OyJeT IMOKa3bIBaTh, BO CKOJILKO pPa3 CaMKH,
unurnmpoBannsie Wolbachia renoruna wMel, Gonee unm MeHee TUIOIOBUTHI, 1O
cpaBHeHMIO ¢ camkamu, Hecynumu Wolbachia renoruna WMelCS. Takum oOpazom,
MOXXHO mpeanonoxutb, 4ro Wolbachia renormma wMel wmoxer naBath
PETPOYKTUBHOE TPEUMYINECTBO HMHQPHUIIMPOBAHHBIM CaMKaM, IO CPaBHECHHUIO C
remoturiom WMelCS. Ha ocHoBanuu cpaBHeHHs TpadukoB Ha puc. 3.7 MOXHO
IPEINOJIOKNATh, YTO 3HaueHWe F uis paccMaTpuBaeMON AKCIIEPUMEHTAILHOU
TIOMYJISIIIAA HAXOJIUTCS Ha ypoBHE okoyio 1,15, T.e. camku, MHPUIMPOBAHHBIC
Wolbachia renotuna wMel wa 15 % Oosnee mi0A0BUTHI, YeM HH(MUIIUPOBAHHBIC
oaxtepueii renotrra WMelCS. Oxgnako, HecMOTpst Ha TO, 94TO B 11-M MOKOJIEHHH
nomst ocobeit ¢ Wolbachia renoruna wMel 6auska k Teoperudeckoit (83 u 88 %,
COOTBETCTBEHHO), K 20-My IMOKOJICHHIO B SKCIEPUMEHTE MbI HE HaOIrojaeM eé

IIOBBINICHUS, KaK 3TO ITPOUCXOAUT B TOPHUH. HOJ’Iy‘IGHHOG B 9KCIICPUMCHTC 3HAYCHUC
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B 76 % OKa3bIBa€TCA HMXE TEOPETUUECKH MpeackazaHHbIX 87 %. CiegoBaTesibHO
MPEANOJIOAKEHNUE O PA3JIUYUU B TUIOJIOBUTOCTH OCOOEH, OTIIMYAIOIIUXCSI TEHOTUIIOM
oakrepun Wolbachia ve Bepro. Takum 00pa3zom, MbI TIPEAIIOIATaEM, YTO TEHOTHUIIBI
Wolbachia wMel u wMelCS He orauuarorcs Mexay coOOW IO BIMSHHIO Ha
penpoayktuBHyo cnocobHocte D. melanogaster, a nHaOmomgaemble pes3kue
W3MEHEHMUSI YacTOT IMUTOTUIIOB B TIEPBOH DKCIEPUMEHTAILHOW IOMYJISIIUN

0OyCJIOBJICHBI BIMSIHUEM T€HETHUECKOTO Jipeida.

Bo BTOpoWl ¥ TpeThel AKCIEPHUMEHTAIBHBIX IOMYJSIUSIX MBI IPOBOJIUM
CpaBHEHHWE JIMHAMUKA WHQHUIMPOBAHHBIX u HeumHummpoBanHeix Wolbachia
ocobeil. CiienoBaTeabHO 00€ MOIMYJSIUU OTPAXKAOT PACIPOCTPAHEHUE HH(PEKIINU U
UX MOXKHO paccMOTpPeTh coBMecTHO (puc. 3.8). Bo BTopoii momymisiuu Myxu ObUTH

uHunupoBansl Wolbachia renoruna wMel, a B Tpetneii — WMelCS.

Kaxk Bo BTOpOIA, Tak 1 B TPEThel NOMYJIALIHAX K 11-My MOKOJICHUIO TTPOU3OIILIO
noctoBepHoe yBemumuenue (P < 0,001) momm wHOUIMPOBAHHBEIX OCOOCH, IO
CPaBHEHUIO C HM3HAYaJIbHBIM COOTHOIIeHHWEM A0 83 u 78 %, COOTBETCTBEHHO.
[Tomy4yeHHble 3HA4YeHUS WHQPHUIMPOBAHHOCTH COOTBETCTBYIOT JIaHHBIM W3
MIPUPOIHBIX TMOIMYJISIINI, B KOTOPBIX A0JI HHPUIIUPOBAHHBIX 0COOCH TaKKe BHICOKA
(Solignac et al., 1994; Hoffmann et al., 1994, 1998; Vesprool, Haddrill, 2011;
Wnunckuii, 3axapos, 2007a, 6; Mmuuckuii 2008). Ilpu aHamu3e JMHAMUKH MBI
OOHApYXHUJIM, YTO BO BTOPOM MOMYJISAIMA B TEUCHHE IEPBBIX TPEX ITOKOJICHHM
gactota rurotuna M-MEL nocroepro cHmkaercs o yposus 27 % (p < 0,001)
(puc. 3.8 A). B uerBepTOM MOKOJICHWH YpOBEHb HMH(DUIIMPOBAHHOCTH PE3KO
BO3pacTaeT 10 58 % M B MATOM MOKOJIEHUU OCTAETCS Ha TOM K€ YpoBHE. B To ke
BpeMs, B TPEThCH MOMYJAINMA B TCUCHHWE TICPBBIX IATH IOKOJICHWHA HE OBLIO
3a()UKCUPOBAHO JOCTOBEPHBIX M3MEHEHHH 4acTOT UTOTHNOB (puc. 3.8 b) u B
MSTOM TTOKOJICHHH COOTHOIIIEHHE YaCTOT IMTOTHIIOB OCTAJOCh HAa W3HAYAIHLHOM
ypoBHe. Ilocime msITOro MOKOJEHUsI BO BTOPOM MOMYNISIUA HE MPOUCXOJIUT

AJOCTOBCPHOI'O UIBMCHCHHA COOTHOIICHMA 9YaCTOT HUTOTHUIIOB 10 11-ro IIOKOJICHHUA, B
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KOTOPOM YpPOBEHb HH(QUIUPOBAHHOCTH JOCTUTraeT Makcumyma B 83 %, 4ro
MOJTHOCTBIO COOTBETCTBYET TeopeTndeckomy 3HaueHuto 82 % (puc. 3.8 A). Ognaxo
B 20-M MMOKOJICHUN YPOBEHb HH(DUIIUPOBAHHOCTH CHIXKAETCS 10 65 % B oTanune ot

TCOPCTUUCCKUX NAHHBIX, HCXOIA U3 KOTOPBIX OH HOJIZKCH OBLT BO3paCTu MUHUMYM

110 79 %.

B TpeTheil momynsiuu nocie naToro NoKoJIeHus Mbl 3a()UKCUPOBAIIN PE3KOE
JIOCTOBEPHOE YBEIWYEHHE A0 WHOUIUPOBAHHBIX ocobedr ¢ 52 % B maTrom
nokojeHnuu 10 78 % B mecrom mnokojenuu (P < 0,001). B mocnemyrommx
MOKOJICHHSIX, OJHAKO, MBI HE OOHAPYXWJIH JTOCTOBEPHBIX H3MCHCHHUU YPOBHS
WHOUIIMPOBAHHOCTH U K 1 1-My MOKOJIGHHIO 3TO 3HAYCHHE TaKXkKe, KaK U B IIECTOM,
coctaBmiio 78 %. B 20-m nmokosnenuu 1011 MHGUIUPOBAHHBIX MyX cocTaBmiia 85 %,
YTO COOTBETCTBYET TEOPETUUECKH MPEJICKA3aHHBIM YaCTOTaM UH(PUIIUPOBAHHOCTH,
a TaKKe 5TO 3HAYCeHHE BbIMIe, YeM B 11-M TMOKOJIEHWH, YTO COOTBETCTBYET

TCOPCTUYUCCKU IMPCACKA3dAHHOMY YBCINYCHHIO I/IH(bI/IHI/IpOBaHHOCTI/I.
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Puc. 3.8. /lunamuka usmeHenus yacror nuroruno Drosophila melanogaster

Ha MPOTSKEHNH dKCIIEPUMEHTA BO BTOPOU U TPEThEW MOIYJIALMIX.

Hcxonas w3 aHanmza HaOMOgaeMoOd AMHAMUKM YacTOT ILMTOTHIIOB MBI
[IPEAIIoIaraeM, 4To, BO BTOPOM M TPEThEU IOIYJIALMAX, TAKKE, KaK B IIEPBOU U
YEeTBEPTOM, MPOM3OIIEAIINE PE3KHEe M3MEHEHHUS YacTOT LUTOTUIIOB MOTYT OBITh
oOycnoBieHbl apeiipoM TeHOB. I[lOCKOJIBKY AOCTOBEpHBIE H3MEHEHHS 4YacTOT

NUTOTUIIOB IIPOHU30LIIN B o0enx nonyJsiusax B OAHOM-ABYX IIOKOJICHHMAX, Ha
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TPOTSHKCHUH OCTABIIKMXCS TIOKOJICHUH JOCTOBEPHBIX M3MEHEHUH HE HAOI0aI0Ch,
MOXHO mpeanonoxutb, uro \Wolbachia B wuccnemyempIx skcnepuMeHTaIBHBIX
HOIYJISIUSAX HE JaeT WHOUIIMPOBAHHBIM 0COOSIM KaKOTO-JIM0O MPEHMYIIECTBa, 0
CpaBHEHHIO ¢ HeMHPHUUUPOBaHHBIMU. C IPYroil CTOPOHBI, HEJb3sl UCKIIOYATh W3
paccmotpenns BimsHue uwHaynmupyemor Wolbachia IIH, xotopas wmoria
NpPOSIBIISITBCS.  BO  BTOPOM W TpeThe TOMYIANUSAX TP  CKPEIIMBAHUU

HCI/IH(bI/IHI/IpOBaHHLIX CaMOK C I/IH(i)HHI/IPOBaHHBIMI/I CcaMIlaMH.

Ha puc. 3.9 npuBeneHO CpaBHEHUE OHKCHEPUMEHTAJbHBIX 3HAYEHUN C
rpaukaMu, MOCTPOCHHBIMM Ha OCHOBAaHMM MAaTE€MAaTUYECKOW MOJEIN C Y4ETOM

OJIMHAKOBOM IJIOJIOBUTOCTH MH(PULIMPOBAHHBIX U HEMH(ULIUPOBAHHBIX OCOOEH.
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Puc. 3.9. CpaBHeHue TeopeTUYECKO 1 HaOII0JaeMOM TMHAMUKHU ITUTOTUIIOB
M-MEL u S-CS D. melanogaster Bo BTOpoii W TpeThe 3KCIIEPHUMEHTAIBHBIX
HOMYJISIMSX, COOTBETCTBEHHO, B TeueHHe 20 MOKOJEHUM MpU pa3HbIX 3HAYEHMSIX

yposBHs [[H.

O4eBUIHO, YTO 4YACTh NOJYYEHHBIX B OKCIEPUMEHTE 3HAYEHHM YacTOT
MHOUIMPOBAHHOCTH JIsI O0EUX MOMYJSALUUNA, HE YKIAJIbIBAETCI B IMPOMEXYTOK
MeXAy rpapukaMu, MOCTPOCHHBIMH HA OCHOBAHMM JIMTEPATYPHBIX IAHHBIX O
MaKCHMaJbHOM W MUHHManbHOM ypoBHsix [IH B momymsmusix D. melanogaster

(Hoffmann et al., 1994; Wnuuckwuii, 2008; Wnunckuii, 3axapos, 2009). OnHako,
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HauMHasg C CEAbMOIO IOKOJEHHMs B O0€UX TOMYyJSALUAX [OJy4YECHHbIE B
DKCIEPUMEHTE 3HAYCHUS MONAAI0T B 3TOT IPOMEXKYTOK, a JUIsl TPETHEU MOIYJISIUN
U K 20-My TOKOJICHUIO 3HAa4Y€HHE YpPOBHS WH(OUIMPOBAHHOCTH HE BBIXOJIUT 3a
npeanojiaraéMple  TpaHULbl. BeposTHO, 4TO HaO/0laeMble HEIOCTOBEPHbIE
U3MEHEHUS 4acTOT MH(UIMPOBAHHOCTH Ha MIPOTSHKEHUH MTOKOJIeHUH ¢ 7-ro 1o 11-e
MOTYT OBbITh pe3ynbTaroM mpossienus LIH. Mcxons us puc. 3.9 3HaueHue ypoBHs
I[ITH B uccienyeMpIX SKCHEPUMEHTAIBHBIX MOMMYJISALIUAX MOXXET HAXOAUTHCS Ha

ypoBHE 0koJjio 15 %.
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I'nmaBa IV. OBCYKJAEHUE

41  PacnpocTpaHeHHOCTH cuMOuoruueckoii 0axkrepum \Wolbachia B

npupoaHbIX nomyssamusix Drosophila melanogaster

Oupocumbuornueckas  Oaktepuss  Wolbachia  upesBbrvaiino  mmpoko
pacmpocTpaHeHa B IpHpOAHBIX momyisnusax Drosophila melanogaster mo Bcemy
mupy. IlepBeie uccrmenoBanus pacmnpoctpaneHHoct Wolbachia B mpupomabIx
nonyisnusx D. melanogaster pa3iauuHbIX PEerHOHOB MHpa OTHOCATCS K 1994 r.
(Solignac et al., 1994). IlpucyrcTBue OakTepuu OBLIO OOHAPYKEHO BO BCEX
UCCIIC/IOBAaHHBIX PETMOHAX, W CPEIHUN YPOBEHb WH(PHUIIMPOBAHHOCTU COCTaBUII
40 %. 3nech crneayeT MOAYEPKHYTh, YTO HEKOTOPHIE MCCIIEIOBAHHbIC MOMYIISIIIUN
OTJCJIBHBIX PETHOHOB OKa3airch cBoOoHbME oT Wolbachia. [{is psaa cirydaes 3To
MOXKHO OOBSICHHTb HEIOCTaTOUYHBIM 00BEMOM BBIOOpOK. B  wuccrmemoBaHmsIX
NOCJCAYIOMUX JecaTuieThi i nonyiasaiuid  D. melanogaster pasinunbix
PETHOHOB OBLITO MTOKA3aHO, YTO YPOBEHb HHpHUIIMpoBaHHOCTH OakTepueit Wolbachia
O4YeHb MUPOKO Bapbupyer (puc. 4.1). Tak, mud OAHOW U3 NOMYJALMI
D. melanogaster Adpuku, cpenn 101 npoaHaIu3HPOBaHHOTO 0Opa3la/THHAN
TOJIKO OJIMH oOpa3er mokaszan Hanmaue Wolbachia (Vespoor, Haddrill, 2011). B To

ke Bpems, B momynsnusx D. melanogaster ABctpaiuu yacToTa BCTPEUAEMOCTH

Wolbachia gocturama 100 % (Hoffmann et al., 1994, 1998).
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B paborax mo wu3ydeHHIO WHQUIIMPOBAHHOCTH E€BPA3HMCKUX MPUPOIHBIX
nomyysiiui D. melanogaster 6akrepueii Wolbachia Ov110 mokas3aHo, BO-TIEPBBIX,
TOTaJbHAS 3aPKEHHOCTh OaKTEpHEl, a, BO-BTOPHIX, YaCTOTa WHMUITUPOBAHHOCTH
Ha ypoBHe okojio 60 % (Mnunckuit, 3axapoB, 2007a, 0; Wnunckuii 2008).
[Tony4yeHHble B Hamlel paboTe pe3ysIbTaThl o yacTotaM BerpeuaemocTr Wolbachia
B TNPUPOAHBIX TOMyIsanusx EBpa3uu corjacyrorcs ¢ paHee MPOBEISHHBIMU
UCCIICIOBAHMSIMH, & TAKXKe JOMOJHIIOT OOIIYI0 KapTHHY IO PACIIPOCTPaHEHHOCTH

Wolbachia B mpupoaabix nomyssinusx mupa (puc. 4.1).

4.2  Pa3Hoo6pasue renorunoB \Wolbachia B nmpupognbIx momyssimusix

D. melanogaster mupa

Ha ocHoBaHum MoJjeky/sipHO-reHeTndeckoro ananmmza JIHK Wolbachia y
D. melanogaster BeizensieTcs e IMHCTBEHHBIN mTamm O0akTepun — WMel (Bourtzis et
al., 1994; Zhou et al., 1998; McGraw et al., 2001; Sun et al., 2001; Kang et al.,
2002; Ilturbe-Ormaetxe et al.,, 2005). B nanpHelmiem, TpH aHAIU3e
cekBeHupoBaHnHoro reHoma \Wolbachia, ObuTH BBIABIACHBI MATH MOJUMOP(HBIX
JIOKYCOB, Ha OCHOBaHHM KOTOpBIX mTamMM WMel Obu1 mojpasaesneH Ha MATh

renotunoB (puc. 1.6) (Riegler et al., 2005).

JlaHHBIC ~ pa3IUYHBIX HWCCIICAOBAHUN  PACHPOCTPAHCHHOCTH TI'€HOTHUIIOB
Wolbachia B mpupoausix nomymsnusx D. melanogaster mupa cBUAETEILCTBYIOT O
TOM, 4TO mpeobnanarommm reHoTurnom siisercss WMel. Eme oxumH reHoTHmn
Wolbachia — wMelCS, BcTpedaeTcsi B pa3HbIX peTHOHAX MUPA, OJHAKO €r0 4acToTa
B MPHUPOIHBIX momyisiusax kpaiHe uuskas (Riegler et al., 2005; Wnuuckui,
3axapos, 2007a, 6; Mmuackuit 2008; Nunes et al., 2008; Zakharov et al., 2010;
llinsky, 2013). B nureparype oOmuchiBacTCsl IIIO0ATBHOE 3aMEIEHHE TCHOTHIIA

Wolbachia wMelCS renotunom WMel, kotopoe mpousomio B teuenue 80 jer
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(Riegler et al., 2005). IIpuyrHBI W MEXaHH3MBI 3TOrO TpoIecca JIO CHX IIOp

OCTarOTCs HCPACKPBITHIMU.

Hns  mpupomubsix mnomynsiuii D, melanogaster EBpaszuum  umerotcs
JIUTEpaTypHbIe NaHHbIE 1O TEHOTHIINYECKOMY pa3HOOOpa3ni0 CUMOMOTHYECKON
oakrepun Wolbachia 3a mepuon ¢ 1974 o 2007 rr. (MnuaCckuit, 3axapos, 2007a, 0;
Wnuackuit 2008; Zakharov et al., 2010). B HekoTopwIx ciydasx B aHaJU3e
UCTIOJIb30BAJIaCh TOJIBKO OJHA JIMHUS U3 perruoHa. TakuMm o0pa3oMm, It HEKOTOPBIX
pPETHOHOB TeHOTHIIMYecKoe pazHooOpasue Wolbachia B mpupomHbix momyssiusx

D. melanogaster mosxeT ObITH OXapaKTEPU30BAHO HE MOJTHO.

B Hamem nccnenoBaHuU MPEACTABICHBI PE3yIbTaThl CKPUHUHTA MPUPOIHBIX
nonysiuii D. melanogaster Espaszum 3a nmepuoj ¢ 2008 no 2013 rr., a 00beMbI
BBIOOPOK COCTABJISIOT OT 12 10 223 00pasIioB, UTO Aa€T BO3MOXKHOCTh 00JIe€ MOJTHO
oxapakTepu3oBaTh reHotunmueckuii cocraB Wolbachia. Cymmupyst mosiy4eHHbIC
HAMU U JINTEPATypHbIE JaHHBIC, MOXKHO OMHCATh OOIIYI0 KapTUHY Pa3HOOOpa3us
TeHOTUIIOB OAKTEpUH B MPUPOIHBIX MOMYJANMIX Pa3IHMYHBIX PETHOHOB EBpasum.
Tak, B momynsausix D. melanogaster Anras u Y30ekuctana B HallieM UCCIICA0BaHUH
He 3adukcupoBano npucyrcreue Wolbachia renoruna wMelCS2, B To BpeMs kak B
NPEIBIIYIINX HUCCIENOBAaHUSIX OTMeUanach JOCTATOYHO BBICOKAs 4acTOTa 3TOTO
renotuna: 28 % (7 muHuiA U3 25 Wccne0BaHHbIX ) A1 monyJisiiuid Anras u 33 % (3
u3 9) nus Y3oekucrana. s monyssiimia D. melanogaster u3 Kabapauao-bankapuu
B TMIPEABIAYIIEM UCCICAOBAHUH ObUIM MPOAHAIM3UPOBAaHbI Bcero 4 nuHun (Talil.
3.2). Bce onu okazanuch undunupoanasiMu Wolbachia renoruna wMel. B Harrem
WCCJICIOBaHUH 00N 00BEM BBIOOPKH JIJISl TAHHOTO PETHOHA COCTABUII 254 JIMHUM.
B pe3ynbTare HaMm yaanoch 3aUKCHUPOBATH JIBa CITydast UHOUITUPOBAHHOCTH JIMHUAN
Oaktepueii renoruna WMelCS2, a wacrora Wolbachia renoruna wMel cocraBuiia
65 % (164 nunum u3 254 uccnenoBanubix) (beikoB u Ap., 2014). st npupoaHbIX
nonysiiuii D. melanogaster Ykpautbl paHee ObLT OTMEYEH €IUHMYHBINA Claydai

unumupoannoctu Wolbachia renoruna wMelCS2. TlpoBeneHHbIl HAMU aHAIN3
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BBIOOPOK U3 MOMYJSIUN STOT0 pPEernoHa BBISBMI 4 citydas WH(OUIUPOBAHHOCTU
OakTepuel 3Toro reHoruna. Panee B 3TOM pervoHe ObLI OTMEUYEH €IMHUYHBIN
ciyuaii mpucyrcerBus Wolbachia renoruna wMelCS (Mnuuckuit u ap., 2013). B
HalIEM K€ UCCIEAOBAHUM HHU OHA JIMHUA U3 223 MpOoaHAIM3UPOBAHHBIX HE ObLIA
undunuposana Wolbachia storo resorumna. 3to MoOxeT ObITh OOBSICHEHO KpailHe
HU3KOI yacToroii reHotuna WMelCS B monymnsimusix Ykpauabl. OnicaHHBIN Cydaid
uHbUIUpoBaHHOCTH OTHOCUTCS K 1971 romy. Henb3s wuckmouats, 4TO 32
npoiesniiee ¢ Tex mop Bpems nanneiid rerotun Wolbachia mor snumuHupoBaThcs

W3 NPUPOIHBIX MOIYJISLINANA 3TOTO0 PETUOHA.

Taxoke B Halll aHaIM3 BOILIA OOJIbIIAs BHIOOPKA M3 MPUPOIHBIX MOMYJISIINAN
D. melanogaster IlIBenuu. B nmateparype TOJBKO B OJJHOW pabOTe €CTh JaHHBIC 110
npeacraBaeHHocTn  reHorunoB  Wolbachia B sTtomM  perwoHe, KoTopbie
OCHOBBIBaIOTCS Ha aHanu3e 10 nuuuil. Toapko 3 U3 HUX OKa3aIMCh UH(OUIIMPOBAHBI
Wolbachia, npu 3Tom nBe nmuaun Hecnm Oaktepuro WMel-renotuna, a 1ist oaHO#M
auHuM ObLT onipezesieH WMel3-renotun cumouonTa (Riegler et al., 2005). B nameit
BeIOOpKE U3 57 ymuuii i 50 6but0 mokaszano Hammuue Wolbachia renoruna wMel.
OctanpHble JIMHUW ObUTH HeWHGUIIUPOBaHb. CTOUT OTMETHTH, YTO OIMCAHHBIN
daxt oonapyxenust Wolbachia reroruna WMel3 siBisieTcst e ITMHCTBEHHBIM B CBOEM
poae. CumrtaeTcsi, 4YTO JAHHBIM TCHOTHII OAKTEPHH MOT IOSIBUTHCS B PE3yJIbTATe
JUTUTEIIHFHOTO COJACPKaHWS JIMHUUA B JIA0OpATOPUH, KaK pe3yibTaT IUBEPTCHINN

oakTepuanbHoro reaoma (Riegler et al., 2005).

[Tomumo yxe ommcannbix renorunoB Wolbachia B mamrem mcciaemoBanuu B
nonyJysiiiuu ¢ nojiyoctpoBa CunHali Hamu ObUT OOHApPY>KEH HOBBIM T'E€HOTHUI
OakTepuun, obo3HaueHHbIi kak WMel4. Yactora »TOr0 HOBOTO T€HOTHIIA B

NPUPOAHBIX NOMYJALMAX M-0Ba CHUHAH, IO HAIIUM JaHHBIM, cocTaBisieT 29 %.

B X0A€ MPOBCACHHOI'O HMCCICAOBAHUSA, a TAKIKC ITPHU aHAJIU3C JINTCPATYPHBIX

JIAHHBIX, He ObLTO 3aduKcUpoBaHo (akToB MHHUIMpoBaHHOCcTH D. melanogaster B
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nomyysnusix  EBpasum  Oaktepuerd  Wolbachia renotmma wMel2  (MnuHckwid,
3axapoB, 2007a, 0; WMmmuckuit 2008; Zakharov et al., 2010). Hcxoms wus
JMTEPATyPHBIX JAaHHBIX, 3TOT TEHOTUIN OAaKTEPUH PACHPOCTPAHEH TOJIKO B
nomysinusix FOro-Boctounoit Asuu, Mamun n Snonnu (Riegler et al., 2005; Nunes
et al., 2008).

CyMMUpYys HAIllU U JIUTEPATYPHBIC JTaHHBIC B [[EJIOM, MOKHO YTBEPKAATh, YTO
u3 Bcex redorunoB Wolbachia cambeiM pacmpocTpaHeHHBIM B IPHPOJHBIX
nonyssnusax D. melanogaster mo Bcemy mupy sisisiercst renotin WMel. JTo cux mop
OCTaeTCsl HEU3BECTHBIM, NOYEMY JaHHBIA T'C€HOTUI HACTOJBKO PACIpPOCTPAaHCH B
pUpozie U KakuM oOpasoM mpousonuio 3amereHue Wolbachia wMelCS-renotuna
Oaktepueri renormna WMel. Bo3MOXHO, 3TO CBSi3aHO ¢  KaKHM-JTHOO
MYTYQJIACTHYECKHM BO3JICHCTBUEM, JIMOO C BO3MOXKHBIM BIIUSHHEM (HaKTOPOB
OKpyXxaromeid cpeapl. Ha ocHOBaHMM TNpPOBEAEHHOTO B JAaHHOW padoTe
IKCIIEPUMEHTA 110 U3YUYCHUIO TUHAMUKU PACTIPOCTPAHEHUSI U MO ICPIKAHUS PA3HBIX
renoturnoB Wolbachia B nckyccTBEeHHO CO3/1aHHBIX JTAOOPATOPHBIX MOMYJISIUSX MBI
MOYKEM TPEAINOJIOKNUTh, YTO Ha pacnpocTtpaHeHue u mnojaepkanue Wolbachia

TaKKC BJIMACT BbI3bIBaCMas 6aKTepHe171 OUTOINIa3MaTH4YCCKas1 HCCOBMCCTHUMOCTB.

4.3  Pa3nooOpazme wmurormnoB D. melanogaster B mnpupogHbIX

MOIYJISIIUAX

B pa3sbix paboTax no aHaiau3y UHQUIUPOBAHHOCTU MPUPOAHBIX MOIMYJISIIIUI
D. melanogaster cumOuotrnyeckoii Oaktepuii Wolbachia ocHoBHOe BHHMMaHUE
yaensercs WMEHHO  (akTy  HMHPUIUPOBAHHOCTH/HEMH(PUIIUPOBAHHOCTH U
reHotunuueckomy coctaBy Wolbachia. B To ke Bpems, wuccienoBanuii
pa3HooOpa3usit murotunoB D. melanogaster B mpupoaHbIX MOMySIHSX CPEIU

HEUH(PUIIUPOBAHHBIX 0COOEH HE MPOBOUIIOCK. JlaHHbBIE TOJJOOHOTO UCCIIEIOBAHUS
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Mori Obl JaTh TMpencTaBieHue o ToM, kakod reHotun Wolbachia wame

YTpAauuBacCTCs B IIOITYJLAINAX.

OOHnapyxenue accorumarnuu MutoturioB D. melanogaster ¢ renotunamwu
Wolbachia (llinsky, Zakharov, 2006; Wnunckuii, 3axapos, 2007a, 6) m03BOJIHIO
IIPOBECTH aHAJIM3 MHTOTHIIMYECKOro pasHooOpasms D. melanogaster B mpupose
(Tabm. 3.2). Hamm pe3ynbTaThl CBUACTENHCTBYIOT O TOM, YTO MPeoOIaaaroIiuM
cpenu HeMH(UIIMPOBAaHHBIX OcoOel B mpupoaHbix nomyisnusx D. melanogaster
EBpasun murtotunom sBusercs M-murotun. 13 292 nennpuumpoBaHHBIX JTHHUNA
TONBKO 4 OOHAPYXKWIM S-MUTOTUI. OTH JIMHUU MPOUCXOIAT U3 TOMYJISIIHA
Kabapauno-bankapuu, B KOTOPBIX, IPU U3Y4EHUU TEHOTUITHYECKOTO Pa3HOOOpa3us
Wolbachia, 0w 3adukcupoBaHbl ciydar WHOUIUPOBAHHOCTH OaKTepHUEi
renotunia WMelCS2 (ta6. 3.2). Orot renorun Wolbachia ornocutes k CS-rpymme
TCHOTHIIOB M aCCOIMMPOBAaH C MHUTOTHUIIAMH S-KJIaJbl, TaK ke, Kak U OoJee
pacnpoctpaneHdbii TeHoTUn WMeICS (llinsky, 2013). Takum o0pa3zom, MOXKHO
IPEIOI0KNUTh, YTO JaHHbIE HEWH(UIIMPOBAHHBIC JIMHUHM MPOU3OIUIA OT CaMOK,
uHunmupoBanubix Wolbachia renornna wMelCS2. Takxke MOXHO MPEaNOI0KHUT
NPUCYTCTBUE B MpHUPOAHBIX momyisiiusx D. melanogaster KaGapauHo-bankapun
Wolbachia renotuna wWMelCS, koTopblii, B TNPOBEICHHBIX HCCIICIOBAHUAX

T€HOTUITMYECKOTO pa3HOoOpa3usi OakTepuu, eile He BcTpevasics (Tadm. 3.2).

OtcyTcTBHE HEMH(DHUIIMPOBAHHBIX OCOOEH C MHUTOTHIIOM S B TMOMYJISIIHASIX
D. melanogaster, B koTOpbIX paHee ObLIM OOHAPYKEHBI 0COOU, HHPHUIMPOBAHHBIC
Wolbachia remorunma wWMelCS wm wWMelCS2, MoxeT oOBICHATHCS C OIHOM
CTOPOHBI, HU3KOW YaCTOTON TAHHOTO F'eHOTHUIa OAKTEpUHU B MOMYJISLIUSIX, a C IPYTron
— HU3KHUM YPOBHEM HEMOJIHOM MaTEPUHCKOM nepegayu. B nepBoM ciryuae, qaxe npu
norepe  CUMOMOHTa B  TOTOMCTBE  HWH(PUIMPOBAHHOW  CaMKH,  JOJs
HenH(UIMPOBaHHBIX ocobel Oyaer Mana. Bo BTopoM ciiydae, gaxke pu BBICOKOM

gactore  BcTpeyaemMoctn — reHotuna WMelCS B momymsamuu, — 9MCIIO
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HEMH(PUIIMPOBAHHBIX MOTOMKOB Oy/leT OYeHb HHU3KMM. Takke BO3MOXHO H

COBMCCTHOC I[CﬁCTBPIC 9THUX ABYX (1)aKTOp0B.

MuTtotunudeckoe pasHoOOpazue MOXKHO paccMaTpuBaTh HE TOJBKO JUIS
HEMHPUITMPOBAHHBIX 0c00EH M3 TOMYIIANNA, HO U JIJIsl BCEH MOMYJISIIIUK B TEJIOM,
onupasch Ha accormanuo MmutotumoB D. melanogaster ¢ renorunamu Wolbachia —
murotunbl. C ydeTtoM craryca uHummpoBanHoctd u renotuna Wolbachia,
BbIIEIAIOT YeThIpe ruroTuma D. melanogaster: M-MEL, M-w, S-CS u S-w~ (llinsky,
2013). Takum oOpa3oM, €ciau OTIEIbHO PAacCCMATPUBATH PACIPOCTPAHEHHOCTH
mutoTHa M B mpupoaHbIX nomyssiusx D. melanogaster, To, ¢ yuerom 4actoT
nurtotunioB M-MEL u M-w, nonst storo mutotumna cocraButr Oosiee 90 %.
Co00TBETCTBEHHO, ITUTOTU S OyAET BCTPEUATHCS B MOMYJISIMSIX C YACTOTAMH MEHEe
10 %. Ilo pesynpTaTam JaHHOW pPaOOTHI, YAacTOTa MUTOTHNA S B MPUPOIHBIX
nomynsusax  D.  melanogaster EBpasum ¢ yyeromM HMHQPHUIMPOBAaHHBIX U
HEeMH(UIIMPOBAaHHBIX Oco0el cocTaBiger okosno 1 %, B TO Bpems, Kak J0Js

mutotumia M mocturaer 99 %.

44  IuToTHNUYECKOe pa3HOOOpa3ue JadopaTopHbIX mHUI Drosophila

melanogaster

Co BpemMeHu TiepBoro oOOHapyxeHus B cepeauHe 1960-x romoB
cumbuoruueckoit 6akrepun Wolbachia y D. melanogaster (Wolstenholme, 1965)
OBLJIO MPOBEJEHO MHOXXECTBO MCCIEIOBAHUNA 10 PAcCHpOCTPAHEHHOCTH U
TCHOTHUITMYECKOMY Pa3HOOOpa3nio ITOH OakTepuu, a TakKe 10 €€ BIMUSHHUIO Ha
opranm3m Buaa-xo3suaa (O’Neill, Karr, 1990; O’Neill et al., 1992; Solignac et al.,
1994; Hoffmann et al., 1994, 1998; Mmuuckuii, 3axapos, 2007a, 6; Verspoor,
Haddrill, 2011; Richardson et al., 2012; Ilinsky, 2013). beuta oOHapykeHa
CIIOCOOHOCTh OaKTEpPHH BIMATH HA pa3IM4yHble actiekThl Onosoruu D. melanogaster:

penponykruBHyto cuctemy (Fry et al., 2004), nponomkurenbHOCTh xu3nHu (Fry et
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al., 2004; Baiicman u nip., 2009), iposiBIieHHE OTACIBHBIX SICPHBIX MyTamui (Starr,
Cline, 2002; Clark et al.,, 2005; lkeya et al.,, 2009), a Taxxke ompezaenser
pasnooOpasue MtTJIHK Buma mocpenctBom Hemnpsimoro otoopa (MnuHckwmi,
3axapos, 2007a; Nunes et al., 2008; Richardson et al., 2012; Ilinsky, 2013).
CymiecTByromiee B mpupoaHbix mnomyisaiusx D. melanogaster reHorunmueckoe
pasnooOpazue Wolbachia Be3bBaeT psim BormpocoB. KakoBO TIeHOTHITHYECKOE
pasnoooOpazue Wolbachia B muausx maGopaTopHbix (GoHa0B? MMeeTcs u CBS3b
WHQUIIUPOBAHHOCTH C JUTUTEIHLHOCTHIO KYJIbTUBHPOBAHUS JTUHUH B J1a00paTOpuu?
Kak cBsi3aHbl HHOUITUPOBAHHOCTH M UCTOPHS MMPOUCXOKICHUSI TMHUKA? Biaustor mu
myTaru Ha npucyrcteue Wolbachia B nutomiazme D. melanogaster? OtBers! Ha
9TH BONPOCHl MOTYT JaTh Oojiee YETKOe MpeAcTaBiIeHHe O OHOJIOTUU
B3aMMOOTHOIICHUI CUMOMOHT-X039HH. ITO OCOOEHHO BayKHO U1 pabOT, B KOTOPBIX
HC YYMTBIBAJICS HUTOILIa3Martudeckuii (on auauid D. melanogaster, uto moxer
IPUBECTH K TEPEOCMBICIEHUIO TIOJIYYCHHBIX pPaHEe pe3ylbTaToB. JTO TakKe
MOMOXKET B OyIylleM TMpU IUIAHUPOBAHMM U TIOCTAHOBKE HKCIIEPUMEHTOB C

HCIIOJIb30BAHHUECM Ha60paTOpHLIX TCCTCPHBIX JIMHUH.

W3 mectn paHee OomMCaHHBIX I MPpUpOaHBIX momyssinui D. melanogaster
renoturioB Wolbachia, B MyTranTHBIX nuHHSIX (oOHIA T1a0OPATOPUM TEHETUKU
nonyssiuii Ululm CO PAH MBI BBISIBIITM TIPHCYTCTBUE Tpex TeHOTHIOB: WMel,
WMelCS u wMelCS2. Ouu oTHOCSITCS K 4eThIpeM HanboJiee paclpOCTPaHEHHBIM B
npupojie reHotunam Oaktepun. Hamu He ObL1 oOHapyxeH renorun WMel2,
KOTOPBIN IIUPOKO pacnpocTpaHeH Ha Tepputopun Asuu (Uunus, Anonus, Kurai,
FOro-BocTtounas A3us). DTo CBsI3aHO B IIEPBYIO OYEPEb C TEM, UYTO HAHOOJIEe YacTo
cOOppl Marepuana COTpyAHUKaMH JaOOpaTOpUU NPOBOAWIMCH Ha TEPPUTOPUU
Bocrounoii EBponbl, Cpenneidr A3um u Antad. Tak Kak B MOMYJSIUAX 3THUX
pPErHoHOB ObUTH BBIABJICHBI TeHOTUIBI OakTepun WMel, wMelCS u wMelCS2, to
3TO 00BSCHAET HaOIIOJaeMoe TeHoTuIuueckoe pasHoooOpasue Wolbachia cpenu

muHud  pouma. Takke BaKHYIO pPOJb WUrpaeT IUTOTHIl JIMHUM-OCHOBATEJEH,
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UCIIOIB3YEMBIX TPU CO3JaHUU HOBBIX JMHHN. MCXOmsd M3 BBIIICIIEPEUMCICHHBIX
(baxkTOpoB, MOKHO 3aKJIIOUWTh, YTO MpeiacTaBieHHOCTh renoTunoB Wolbachia B
(GOHIC MYTAHTHBIX JIMHUA MOXXET KA4YeCTBEHHO OTpaKaTh TI'E€HOTUIIHYECKOE
pazHooOpa3ue OakTepuu Ha uccieayeMoi tepputopur. OJHAKO KOJIMYECTBEHHOE
COOTHOIIICHUE TCHOTHITOB B IEJIOM 10 (DOHTY CJ1a00 COrIacyeTcs ¢ HaOJIr01aeMbIMU
B mpupoaHbiXx momyssimusx D. melanogaster wacroramu renorunos Wolbachia
(Mmuuckuii, 3axapos, 2007a, 6; Mmuackuii, 2008). B nuHMsIx ¢oHma reHOTHIT
Wolbachia wMel Bctpeuaercs MeHee YeM y TOJOBHUHBI HHPHUIIMPOBAHHBIX JTHHHIM,
TOrJa Kak B MPUPOIHBIX MOIMYJAIUAX BCEe HMH(PHIMPOBAHHBIE MYXH MOTYT OBITH
HOCHUTEIIIMU OaKTEpUH ATOTO I'eHOTHIA. B TO ke Bpemsl, 10JIs PEIKOro B IMPUPOJIC
renoturnia WMelCS2 cpenu nmuamii ponna cocrapnsiet 47 % BceX MHPHUIIUPOBAHHBIX

JINHUU.

B psane nmyOnukanuii onmuchiBaeTCsl cyliecTBOBaHWE KodaBostouuu MTJIHK
D. melanogaster u renorunoB Wolbachia, 4to ocHOBaHO Ha MaTepHUHCKOM THIIE
HacneoBanuss MutoxoHapuid u Oakrepun (llinsky, Zakharov, 2006; Wnunckui,
3axapos, 2007a; Nunes et al., 2008). OxonuaTenbHO TOT (haKT OBLT YCTAHOBJICH B
nociaenaux pabdotax (Richardson et al., 2012; Ilinsky, 2013). Ha ocHoBanuwu
uccienoBanuii paznoodpasus MTAHK u maHHbIX (uiloreHeTMuecKoro aHanausza
YCTAQHOBJICHO, YTO pa3/IeJICHHEe MUTOXOHIPUAIBHOW HACICICTBEHHOCTH Ha JIBE
rmaBHbIe Kimagel M u S mpowmsonuro B mpeakoBod momyisiuu D. melanogaster,
CYILECTBOBABILIEH 0K0JIO 14 ThIC. 1eT Ha3a B Tponuueckoi Adpuke. B To ke Bpems
npousonuto pazaeieHue \Wolbachia na 1Be HbIHE CyIIECTBYIOUIME TPYIIIBI

I'CHOTHIIOB.

B npoBeneHHOM HaMHM HWCCICAOBAaHHM MYTaHTHBIX JMHUNH (OHIa OBLIO
BbIsIBJIICHO ueThipe nurotuma: M-MEL, M-w', S-CS, S-w~ (ta6n. 3.4), a He 6
TEOPETHYECKH BO3MOXKHBIX. JTO COIJIacyercs C pe3yabTaTaMH HCCIIEIOBaHUi
npupoanbix momyssuui (1linsky, 2013). Haubosee npeacTaBaeHHBIM [IUTOTHIIOM

cpenu nuHUM oHAa sBaseTcs S-W-, oOHapykeHHbIN y 40 % nuuuii. lanusiii gakt
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OOBSCHSETCS TEM, YTO OOJIBIIIOE YUCIIO JTUHUHN OB CO3/IaHBl HA OCHOBE JTUHUU | -
163, oOnamaromield STUM IMTOTHUIOM. MBI HE UCKIIOYaeM CYIIECTBOBAHHE
nutotunoB M-CS u S-MEL. ObnapyxeHue nmogo0HbIX coueTaHu Oy1eT YKa3bIBaTh
Ha  (aKT  TOPU3OHTAILHOTO  TEPEHOCa  KOMIIOHEHTOB  MAaTEpPUHCKOU

HaCJICACTBCHHOCTH. B OCHOBHOM, TaKHM KOMIIOHCHTOM 6yzxeT BBICTYIIATb

Wolbachia.

B 1enoM, ompeaeneHHe MHTOTHIIA COBMECTHO C TE€HOTHITHPOBAaHHEM
Wolbachia siBiisieTcst Haie)KHBIM CITOCOOOM MPOBEPKU MPOUCXOKIACHUS JTMHUAN, YTO
OCOOCHHO aKTyaJbHO BBHUJY IIUPOKOTO HCIOJIBh30BAaHUS B J1a0OPATOPHSIX MHUPA
orpanmdyeHHoro ymcna juHuit D. melanogaster mukoro tuma. Hampumep, nse
HanOoJIee oMy IsIpHBIC TabopaTopHbIe IMHUK aukoro tuma, Canton-S u Oregon-R,
UCIIOJIb30BAaHHBIC KaK OCHOBA JIISl CO3JaHUsl MHOTHX JPYIHX IMHUN, UMEIOT

utotunsl S-CS (WMelCS) u S-W', COOTBETCTBEHHO.

45  JImnamuka asyx remorunoB Wolbachia B skcnmepumenTanbHBIX

nonyssimusax D. melanogaster

B  npupomgmeix  momymsuusx — Drosophila  melanogaster  wactota
UH(PHUIIMPOBAHHOCTH cuMOnoTHdeckoi Oakrepuerr Wolbachia moxer 3aBucers ot
OOJIBIIIOTO YKCIa PA3IUYHBIX MPHUPOTHBIX, FCHETHYECKHUX, (PU3UOJOTHUCCKUX a
TaKKe CIy4aHbIX (pakTopoB. JlabopaTopHbIe 3KCIIEPUMEHTHI MTO3BOJISIOT CO3/1aTh
KOHTPOJIMPYEMbIC ~ YCIIOBHsI Ul TPOBEACHHS HCCie[oBaHWWA. B Hamem
IKCIIEPUMEHTE MBI HCKIIIOYMIN BIIMSHHUE, BO-TIEPBBIX, BO3MOXHBIX (DAKTOPOB,
MHUIMUPYIONMX MyTyanuctudeckoe pinusHue Wolbachia wa D. melanogaster
(Starr, Cline, 2002; Harcombe, Hoffmann, 2004; Fry et al., 2004 Clark et al., 2005;
Hedges et al., 2008; Teixeira et al., 2008; Ikeya et al., 2009; Baiicman u np., 2009),
a, BO-BTOPBIX, BIMSHHE FCHETHUECKOTO (DOHA: MCIOJIB30BAHHBIC JUIS MOCTAHOBKH

DKCIIEPUMEHTA  JIMHUM  WMENW  BBIPOBHEHHBIA  simepHblii  (poH.  Bcee
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SKCIEPUMEHTAIBHBIC TOMYJISIUN COJACPKAIUCH MIPH OJMHAKOBOHW TeMIiepaTtype U
CHAO0KaINCh OJMHAKOBBIM KOJHUYECTBOM KOopMma. [IOCKONBKY W3 JUTEpaTypPHBIX
JOaHHBIX I cuMmOuotnueckoit cucrembl Wolbachia-D. melanogaster B mpupose
OpearnoiaraeTcs  OTCYTCTBHE — BIMSHHSA ~ OakTepUd  HAa  IUIOJOBHUTOCTD
unbuupoBanubix camok (Hoffmann et al., 1990, 1994; Fry et al., 2004), a taxke
NOKa3aHo, uTo ypoBeHb naaympyemoit Wolbachia I{H ouens Huzox (Hoffmann et
al., 1994; Nnuuckwuii, 2008; WnuHckui, 3axapos, 2009), MBI IIpeAIIoNaraim, 9To B
OKCIIEPUMEHTAIbHBIX  MOMYJIAIUAX MO0  9acTOThl  IMTOTHIIOB  OYAyT
HOJIEP/KUBATHCS HA OJTHOM YPOBHE, JINOO MIPOU30MIET YBEIUUEHUE IO OJHOTO U3
IUTOTUIIOB COOTBETCTBEHHO TCOPCTHUECKUM JaHHBIM, IOJYYCHHBIM Ha OCHOBAHUU

MaTeMaTHuecKoi mojenu (puc. 3.2, 3.3).

Bo Bcex 4eThIpex MCCIEAOBAHHBIX HAMHM AKCIIEPUMEHTAIBHBIX MMOMYJISLUAX
D. melanogaster nabmoar0Tcss H3MEHEHHS 9acTOT IIMTOTUIIOB HA MPOTshKeHnu 11

HENEPEKPHIBAIOIINXCS TTOKOJICHUH.

B KOHTpONBHOW MOMYJISINH, T BCE MyXH OBLIM HEMH(OUIIMPOBAHHBIMHU U
OTINYAIUCH TOJBKO MUTOTHUIIOM, YBEJIMUEHUE T0JIU 0co0eit ¢ MutoTuriom «My, 1o
HAIITUM TIPEANOI0KEHUSIM, 00YCIIOBIIEHO BIUSHUEM IreéHeTUYECKOTO fpeiida. B aByx
HE3aBUCHUMBIX IMOBTOPAX HEUH(PUIIUPOBAHHON MOMYJISIIMU Mbl HAOIIOAATN CXOXKYIO
JWHAMHUKY LUATOTUIIOB. B mepBoM cilyyae MpOM30IUIO PE3KOE YBEIMYEHUE HO0JIU
ocoOeii ¢ mutoTUNoM «M» B TEPBBIX JABYX MOKOJICHHSX W B JaJIbHEHUIIIEM 3TO
3HAUEHHUE JOCTOBEPHO HE W3MEHSJIOCh, HE MPOM30HUI0 (UKCAIMH JAHHOTO
mutoTuna k 20-my mnokoseHuto (puc. 3.4). Bo BTOpoM ciydae JOCTOBEPHBIX
W3MEHEHUN HE NPOUCXOAUIO Ha MPOTSHKEHUM TMATH TOKOJEHUM COACp>KaHUS
nonyJisiiiuu (puc. 3.5). Ha ocHOBaHMM JaHHBIX PE3YIbTATOB MOKHO 3aKIOUUTh, YTO
mutotunt  D. melanogaster He Bamser Ha JUHAMUKY IUTOTHUIIOB B
AKCTIIEPUMEHTAJIBHBIX TOMYJISIUSIX W HE JIaeT Kakoro-Jinbo NpeuMyllecTBa B
npucnocoOseHHOCcTH. COOTBETCTBEHHO, B cllydae WH(OUIIMPOBAHHBIX TOIMYJISAIUH,

U3MEHECHHS 9acTOT IUTOTUIIOB MOTYT ObITh 00ycioBieHb! Biusauem Wolbachia.
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B mnonynsmusax, uHbumupoBanaeix Wolbachia Tompko omHOro W3 nmBYX
uccieayeMbix reHoturnoB — WMel mimm wMelCS, k 11-My mOKOJIeHHIO 10JI 0CO0EH,
Hecymux Oakteputo, gocturia 80 %. [lomyueHnHnast yactora ”HGUIUPOBAHHOCTH B
AKCIIEPUMEHTAIBLHBIX MOIYJISIIUSAX COTIACYETCS C TAHHBIMU 110 MH(PUITMPOBAHHOCTH
Wolbachia mpupoausix momymsuuii D. melanogaster (Solignac et al., 1994;
Hoffmann et al., 1994, 1998; Nnuuckuii, 3axapos, 2007a, 6; Mmunckuii 2008;
Vesprool, Haddrill, 2011). HecmoTps Ha 3TO, MbI HE MOXEM OIHO3HAYHO
yTBEPKJIaTh, YTO MPOU3OIIEAIINE H3MEHEHHUS OOYCIOBJICHBI HCKIIOYUTEIBHO
BIUSIHUEM OaKkTepuu. YBEJIWYEHUE YpPOBHSI HMHPUUMPOBAHHOCTH B 0O0OEUX
MOMYJISIUAX MPOU30LLIO OYEeHb OBICTPO — 3a OJHO TOKOJIEHHE YHCIIO
uHpUIMpoBaHHBIX 0co0el yBeanuminoch Ha 30 % (puc. 3.8). Bo BTopoii momynsiuu,
riae npencrasiena Wolbachia renoruna wMel, nznaganbHo MpOUCXOaUT CHUKCHHE
ypoBHsI uHGUIUpoBaHHOCTU (puc. 3.8 A), HECMOTPS HA TO, YTO JAHHBIA TEHOTHUII
SIBIIICTCSI CAaMBIM PacIpOCTPaHCHHBIM B IPHPOIHBIX omysisiusax D. melanogaster.
[Tocne pe3koro yBeIMueHUs B YETBEPTOM MOKOJIEHHUH, YaCTOTa UHPHUITIPOBAHHOCTH
Ha MPOTSHKEHUH TMOCIEIYIONIMX MOKOJICHUM JOCTOBEPHO HE M3MeHsiachk. bomee
TOTO, B 20-M TOKOJICHUH ypPOBEHb HWHOMHUIIMPOBAHHOCTH CHHU3WJICS 10 3HAYCHUS,
JOCTUTHYTOTO B IIECTOM TIOKOJICHUH, T.€. OXKHMJIaeMOW Ha OCHOBaHUU
TEOPETUUYECKUX MPEANOJI0KEHUN (PUKCAIIMK YacTOT Mbl He Habmoaanu. B TpeTheit
nomyJsiun, rae npeacrasiena Wolbachia renoruma wWMelCS, peskoe yBennueHue
J0JIM MH(UIIMPOBAHHBIX MYX MPOU30IIUIO B IIECTOM IMOKOJEHUH, OJTHAKO, KaK B
MPEABIAYINX, TAK M B IIOCTASAYIOMNUX MOKOJCHUSX MBI HEe HaOJTI0Ja Tl JJOCTOBEPHBIX
U3MEeHEeHUH YacToThl uHpuIupoBanHoctu (puc. 3.8 b). Takxke k 20-My MOKOJIEHUIO
HE MPOM30IIUIO0 YBEIUUEHUS YaCTOT HHMOUIIMPOBAHHOCTH JI0 3HAYCHUH, 0KUTAEMBIX
Ha OCHOBAaHWUU TEOPETHUUECKUX KPHUBBIX, a HA0OOPOT, HAOIIOIAIOCh CHUKEHUE

YpOBHSI HHPUITUPOBAHHOCTH.

Mgl npenmnonaraem, 4to HaOmojgaeMasi B O0€MX MOMYJISLIUIX JUHAMUKA

UHGUIUPOBAHHOCTU 00YCIIOBJIeHa B OOJIbIIEH CTENEHU CIIy4alHBIMU (PaKTOpaMHu.
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Ms1 He uckimodaem cymiectBoBanus [[H B gaHHBIX mOmMynsiuusiX, Tak Kak JJis
UCXOJIHBIX JIMHUW OBUIM TIOKa3aHbl (AKThl MPOSIBICHUS JAaHHOW aHOMAJIUU
(Mnunckuit, 3axapo, 2009). TIlockoidbky 34ech NPUCYTCTBYIOT  Kak
WHOUIIMPOBAHHBIC, TAaK U HEHMH(PHUIIMPOBAHHBIC 0COOM, MBI HE MOTJIN HUCKJIIOYHTH
BO3MOXHOCTh HECOBMECTHUMBIX CKpemuBanuil. [lo nuTepaTypHbIM JaHHBIM
BBIDQKEHHOCTh  JIAHHOM  PENpOAYKTUBHOW  aHOMAJIuud B MOIMYJISLHIX
D. melanogaster cirabas u Haxoautcs B uaTepBaiie ot 10 mo 20 % (Hoffmann et al.,
1994; Ununckuii, 2008; Ununckuii, 3axapos, 2009). beiia mokazaHa 3aBUCUMOCTh
npossienus [{H oT Bo3pacta caMiioB: 4eM MOJI0Ke MH(PUIMPOBAHHBINA camel], TEM
OOJBIIMI MPOLIEHT MOTOMKOB OT €0 CKPEIMBAHUS ¢ HEUHPUITUPOBAHHON CaAMKOM
ruOHeT B pe3yiabTaTe HecoBMectumoct (Yamada et al., 2007). B nHammux
AKCIEPUMEHTAJBHBIX ~ MOMYJSAIUSAX  ObUIM  TPEACTaBICHbBI  KaK  MOJIOJbIC
OJIHOJHEBHBIE, TaKk U 0Oojiee B3pOCHbIE TPEX-YETHIPEX/ITHEBHBIC  CAMIIBI,
COOTBETCTBEHHO, TOYHO OMPEJICNUTh, HACKOJBKO CUJIbHO mposBisuiack [{H, Mbl He
MoxeM. MIcXoas U3 COMOCTaBICHUS MOTYYEHHBIX SKCIEPUMEHTAIBHBIX JAHHBIX C
rpadukaMu, MOCTPOCHHBIMU HAa OCHOBAaHUU MaTreMaTtuuecko mojenu (puc. 3.2,
3.9), MO’XKHO TIPEIONIOKUTh, YTO €CIH B HMCCICIOBAHHBIX SKCIEPUMEHTATBHBIX
nonyJsiuusax npossisuiack [{TH, To ee ypoBeHb JOKEH COCTaBIATh 0KOJIO 15 % nnmn
MEHbIIIE, TOCKOJIbKY OXujaaeMoil ¢ukcanuu WHUUUPOBAHHOCTH K 20-my

IMOKOJICHHUIO HC ITPOMU3011JIO.

B skcnepuMeHTanbHOW TOMYJSIMKM, T€ TPEACTABICHBI JIBa T'CHOTHIIA
Wolbachia — wMel u wMelCS, mbl HaGmomaeM Mporecc BBITECHEHHS OCOOCH,
UHPUIMPOBAaHHBIX OakTepueit reHotuna WMelCS, ocobsMu, nHGUIIMPOBAHHBIMU
Wolbachia wMel-renoTtumna. [TogoOHOe siBJICHHE B IPUPOTHBIX MOMYJISAIUAX OBLIO
panee onmcano B utepatype (Riegler et al., 2005). 3a 60 et pacrnpocTpaHeHHBI#H
B npuponHbix monyssiiusx D. melanogaster renorun Wolbachia wMelCS 6bin
BBITeCHEH TreHOTHIIOM WMel. ABTOpBI yKa3bIBalOT, YTO OJHOBPEMEHHO C 3aMEHOMU

onHoro reHoruna Wolbachia na nmpyroit mpomcxommnao u pacmpocTpaHeHue P-
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amemenTa (Kidwell, 1983; Anxolabehere et al., 1988) u BrIicka3bIBarOT THUIIOTE3Y,
9TO 3TH COOBITHSI B3aUMOCBS3aHBl. B paboTe yka3pIBaeTcs, UTO pacIpoCTpaHEHHE
renotuna WMel Hawanock u3 Amepuku B cepeaune 20-ro Beka COBMeCTHO ¢ P-
aleMeHToM. Muayupyemas HoBbiM TeHoTurioMm WMel ITH, Bkyme ¢ ruOpuaHbIM
JUCTEHE30M, JCTCPMUHUPYEMBIM P-3IeMEHTOM, TNPUBOAWIM K 3aMEIICHHUIO
muTOTUIIOB B momysisaiusax. Omnako Haciemoanwe Wolbachia u P-anementa
MIPOUCXOJUT HE3aBUCUMO JPyr OT Jpyra, IO3TOMY TMOJOOHBIH MEXaHW3M
pacnpocTpaHeHusi OaKTEpUH HE MOT MPOJOJKATHCS JUTUTEIBHO, a JOJDKeH ObLI
3aTyXHYTh B TeUCHNE HECKOIBKUX MOKOJICHNH. bosee Toro, mokasaHo, 4T0 TEHOTHIT
wMel u acconmMupoBaHHBIE C HUM MHTOTHIIBI B JICHCTBUTEIBHOCTH HE MOTYT
cuuTaThca HOBbIMU. B paboTtax Puuapacona u MnuHCKOro mokasaHo, 4To T€HOTHUI
Wolbachia wMel Bo3nuk B Adpuke 3amonro mo pacmpoctpanenust Drosophila
melanogaster B mupe (Richardson et al., 2012; Ilinsky, 2013). Bo3moxHbIMU
dakTopamu, oOecrmeyuBaOMIMMU ObICTpoe pachpocTpaHerne WMel-reHotuma
Wolbachia, moryT siBiaTECS 1100 MyTyalMCTHYECKOE BIAMSHAE OAKTEPUU JaHHOTO
TCHOTHUIIA Ha XO3SIMHA, TMOO0 BO3MOXKHAs JABYHAIIPABJICHHAS IUTOTUIA3MAaTHUYECKasI
HecoBMecTHMOCTh Mexkay reHotunamu Wolbachia wMel u wMelCS. Takkxe MoxHO
npeanonaratb, uro Wolbachia rexmoruna wMelCS, naoOopor, ymeHbIIaer
IUIOIOBUTOCTh camok D. melanogaster, mo cpaBHenuro ¢ reHotunom WMel,
BBICTyIIass B KayeCTBE ‘“‘PENPOAYKTHBHOTO I1apa3uTa’, OJHAKO B OTOM Ciy4ae
JaHHBIN TEHOTHIT JIOJDKEH OBLT STMMUHUPOBATHLCS U3 MIPUPOIHBIX TOIYJISIIIAMA, 9eTo0,
10 pe3yibTaTaM MCCIEN0BAaHUM, O HACTOSIErO BpeMeHn He npousonuio. K 11-my
MOKOJICHHIO B OKCIIEPUMEHTAILHON MOMYJIAIUH 10J1s1 ocobeit, Hecymmx Wolbachia
renoruna WMel yeenmnumnace 10 83 %, 4TO coriacyercsi ¢ BBICOKOH YacTOTOM
BCTPEUAEMOCTH J3TOr0 TI'C€HOTHIIA B NPUPOIHBIX momyisuusx D. melanogaster
(Riegler et al., 2005; Wnunackuii, 3axapos, 2007a, 6; Mnuuckuit 2008; Zakharov et
al., 2010; IHinsky, 2013). Opnako, TakXe, KaKk W B JPYTUX HCCJICIOBAHHBIX
OKCIIEPUMEHTAIBHBIX TIOMYJISANNAX, 3TH HW3MCHCHUS IPOM3OIUIH JIOCTATOYHO

ObicTpo. 3a aBa mokosenus nos ocooeii ¢ Wolbachia renotuna wMel yBenmuunach
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¢ 53 no 77 % (puc. 3.6). Hu 1o, HU mocie 3Toro Mbl He OOHAPYKUITU TOCTOBEPHBIX
u3MeHeHuii cootHomrenus renotunoB Wolbachia B momymsmuun. K 20-my
NOKOJICHHIO, TaKXKe, KaKk M B JPYIHMX SKCICPUMCEHTAIBHBIX MOMYJAIUAX, HE
IIPOU30IIIO0 (PUKCAIIMM YacTOT T€HOTHUIIOB OaKTepuu, a Joyii ocobeit ¢ wMel-
remoturiom Wolbachia ocramace He ypoBHe 76 %. IlockoyibKy NOJIy4YCHHBIC
SKCIICPUMEHTAIbHBIC JaHHBIC YKJIAQIbIBAIOTCS B TCOPETUYECKH IPEACKa3aHHBIC
rpaHuIbl (puc. 3.7), MOKHO OBLIIO OBI TIPEATIONIOKUTE, yTO camku D. melanogaster,
necyme Wolbachia wMel-renotumna Gonee maogoBuThl, yeM camku ¢ WMelCS-
TeHOTHIIOM OakTepuu. Torga BO3HHKACT MPOTHBOPEYHE C JAHHBIMH H3 BTOPOIi
HOMYJISAIUH, TJIe U3HAYAIBHO J0JIs 0coOel, nHduipoannbix Wolbachia renorumna
wMel cHusmnach, HecMOTpss Ha Bo3MokHOe mposiBiacHue I[H. Ilpm Oombrrei
TUTOZIOBUTOCTH HH(PUITUPOBAHHBIX CaMOK, 0J1s1 ocobei, Hecynux Wolbachia B atoi
HOYJISAIUKM JO0JDKHA ObLTa YBEJIIMYMBATBCS HA MPOTSKEHUU BCEro SKCIICPUMEHTA,
Yero Mbl B XOJI¢ HCCIICJOBaHUS HE 3apuKCHpOBad. BO3MOXKHO, YTO MEXIy
renotunamu Wolbachia wMel u wMelCS cymectByet 11H, oHako Ha OCHOBaHHH
IPOBEICHHOTO SKCIIEPUMEHTa Mbl HE MOXKEM OJHO3HAYHO 3TO YTBEPXKIaTh, a B
JUTEPAType AaHHOE SBJICHUE HE MPOBEPsUIOCh. TakuM 00pa3oM, MbI TOJIaraeM, 4To
cooTHoieHre yactot renoruno Wolbachia B mepBoit momysinun He U3MEHHIOCH
32 CUeT BIHUSHUSA OaKTEpPUH, a MPOM3OIICANICe PE3KOe YBEIUYCHUE JIOJH
uHpumpoBanHbix ocobeir ¢ Wolbachia renotuna wMel obycrosieHo aericTBuem

reHeTHYeCKoro Jperda.

Ha puHamMuky WHQUIMPOBAHHOCTH B OKCIEPUMEHTAIBHBIX ITOMYJIISIHIX
D. melanogaster mor Taxxe BIMATH Takod (DakToOp, Kak HEMOJHas MaTepUHCKas
nepenaya Wolbachia, T.e. mosBnenne HemHQUIMPOBAHHBIX MyX B MOTOMCTBE
MHQUIHUPOBAHHOW caMKh. [0 TpHUBENEHHBIM B JUTEpaType OIEHKAM YypPOBEHb
HETIOJTHOM MaTepUHCKOM nepenaun B momysinusax D. melanogaster cocrabiser 2 —
3 % (Hoffmann et al., 1998). B xome npoBeACHHOIO aHalu3a BBHIOOPOK W3

MOKOJICHUM JKCIIEPUMEHTAIBHBIX TMOMYJIAIMA MBI HE OOHapyxkwi (HaKToB,
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ykasbiBaronux Ha orepro Wolbachia. DTo MoxkeTt ObITh CBSI3aHO, C OJTHOM CTOPOHBI,
JICHCTBUTEIILHO C OTCYTCTBHEM B HMCCIICIYEMBIX MOMYJISIIUAX HEMOJHOMN Mepenavn
OakTepuH, a C APYro CTOPOHBI, C HEAOCTATOUYHBIM 00BEMOM B3SITHIX ISl aHAIIN3a

BBIOOPOK, KOTOPBIN HE MO3BOJIWI 3aUKCUPOBATH (DAKThI YTPaThl HH(PEKITHH.

TakxuMm 00pa3oM, MOKHO MPEAIIONIOKHT, 4TO Ha pactpoctpanenue Wolbachia
B IIPUPOIHBIX monyssiusx D. melanogaster Bimsitor B OoJbIeii CTEIEHN yCIOBHUS
cpenpl W TCeHeTHMYeCKMd (OH XO03AMHA, KOTOphIE MOTYT TIPHBOJUTH K
MYTYaJUCTUYECKOMY B3aUMOJAECHCTBUIO OaKTepuu ¢ X03simHOM. Hanpumep, B ogHOM
U3 TOCJIEIHUX paboT MOKa3aHO, YTO NMPH HU3KHX TEMIEpaTypax B MOMYJISALUN
yBeJIU4MBaeTcs 10Jis1 ocober, Hecynux Wolbachia renoruna wMel (Versace et.al.,
2014). B Oonee paHHMX paboTax MPUBOAATCS JaHHBIE O TOM, 4YTO IpHU
SKCTpeMalibHBIX  Temnepatypax Wolbachia renotnna wMel yBenuuuBaer
POJOJKUTEIBHOCTh KM3HM HMHQUIMpOBaHHBIX MyX (Baiicman u np., 2009).
OnHako OOHAapYXXCHHbIE HaMU B XOJI€ UCCIENOBaHMS (PAKTBI BO3MOXKHOTO
nposieienus LIH Ha ypoBHe 15 % Henb3st HCKITI0YATh U3 pACCMOTPEHUS, TOCKOIBKY
NpY JAHHOM 3HAYCHHWU PEMPOIYyKTHBHONH aHOMAa MK OaKTEpHs MOXKET YCIICITHO

pPacpoCTPaHATHCS B MOMYJISAIUUA U B OTCYTCTBHE MPOYMX (DaKTOPOB.
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BbIBO/1bI

1. Bce uccnemoannsie nomyisuuu Drosophila melanogaster Espaszuun
uHOGUIUPOBaHbl dHAOCUMOMOTHYecKor Oaktepueii Wolbachia: konuenTpanus

HocuTenel Oakrepun Bapsupyet ot 33 % 10 88 %.

2. ['enotunmaeckoe paznoodpazue Wolbachia B mpupogHpIx HOMyIsIIsIX
D. melanogaster Espa3zun npeacrasneno reaoturnamu wMel, wMelCS, wMelCS2 u
wMel4. Hawubonee pacnpocTpaHeHHBIM TeHOTHIIOM —siBiusercss WMel —
KOHIICHTpalusi cpeau MHPuIUpoBaHHBIX ocobeit 97 %. I'emotumer Wolbachia
wMelCS, wMelCS2 u wMel4 Bcrpewatorcss ¢ uvacrotamu He Oonee 1 %. B
nomynsiuu D. melanogaster mosyoctpoBa CuHaii 0OHAapYKEH HOBBIM TCHOTHIT

Wolbachia — wMel4.

3. Jns mpupomnbix monyisimmii D, melanogaster Espazum, cpemu
coOoaubix ot Wolbachia apo3odwun, ycTaHOBIEHO HAJIMYUE MHUTOTHITHYECKOTO
pa3zHooOpasusi. JJOMUHUPYIOIITUM MUTOTHUIIOM, YaCTOTa KOTOPOro gocturaet 99 %,
BBICTYIIAE€T ACCOLMUPOBAHHBIN ¢ Hanbosee pacnpocTpaHeHHBIM WMel-reHoTunom

Wolbachia murorum « My, Toraa Kak KOHIECHTPAIMS MUTOTHIIA «Sy HE MPEBHIIIAET

1 %.

4, B ¢donne naboparopuu reneruku nomyssiinuid UIulm CO PAH nons
uHumupoBanueix Wolbachia muauit D. melanogaster cocrasnsier 39 %. bakrepust
npenacrasiena Tpems reHorunamu: wMel, wMelCS u wMelCS2 ¢ vacroramu 17, 4
u 18 %, cooTBeTcTBeHHO. MUTOTHUTIHYECKOE pazHOOOpa3ue cpeau 1abopaTopHBIX
MYTAHTHBIX JIMTHUM TaK)K€ MMPEICTABICHO IBYMs MUTOTUIIAMHU ¢ yacToTou 20 % s
M-mutotrna u 40 % — g S-murtotuna. CpeaHUE YacTOThI IUTOTUIIOB CPEIH

JIMHUM (1)OH,Z[3_ CUJIBHO OTIIMYAarOTCA OT 4YaCTOT HOUTOTHUIIOB B IIPHUPOAC. Takxe
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YaCTOTbl HUTOTUIIOB OTIIMYAKOTCA W BHYTPH OTACIIBHBIX I'PYIIII MYTAHTHBIX JIMHU.

HaGmrogaembie oTiiMuns 0ObSICHSIIOTCS UCTOPUEH BeJICHMS JIMHUN B TaOOPaTOPUHU.

5. Jis  skcriepuMeHTaIbHBIX  nomyysinuid - Drosophila  melanogaster
IpOClie)KeHa JMHAMHUKA M3MEHEHWH 4YacTOT IMTOTHNOB. [loka3aHo, BO-TIEPBBIX,
OTCyTCTBHE BIMsHUS muroTHna D. melanogaster ma nuHAMHKY IUTOTHUIIOB; BO-
BTOpBIX, coxpanerue Wolbachia B psay 20 mokosieHH pa3sMHOKEHUST XO35MHA BO
BCEX HMH(UIUPOBAHHBIX MOMYJSIMIX; B-TPEThbUX, yBelWdeHHe B TeueHue 20
NOKOJIeHU# noiu ocobeit, Hecymux Wolbachia, mist momymnsiiuii, nHGUIMpPOBaHHBIX
0akrtepueit renotunioB wMel 1 wMelCS, ¢ mepBonavaipHO 3agaHHBIX 50 % 110 83 u
78 %, COOTBETCTBEHHO; B-UETBEPTHIX, BHITECHEHHE 0COOsMH, Hecymmmu wMel-
reHoTunn ocoOeit, Hecymux wMelCS-renotunn Wolbachia. Habmogaembie
KOHEYHBIE YacCTOThl TEHOTUIIOB B JKCIEPUMEHTAJBHBIX MOMYJSAIUAX, a TaKXKe
COOTHOIIICHUE PAa3HBIX TCHOTHUIIOB, COTIOCTABUMBI C YaCTOTAMH WHPHUIIMPOBAHHOCTH

N COOTHOIICHUSAMMA I'CHOTUIIOB B IIPUPOAC.

6. [Ipennonaraercs, 4To HAOIIOAaEMbIe H3MEHEHUS YacTOT IIUTOTUIIOB B
SKCIEPUMEHTAIbHBIX momynsanusax D. melanogaster oOycioBiieHbl BIUSHHEM
reneruueckoro apeida u [IH. Muaymuposannas Wolbachia nutormiazmarnyeckast
HECOBMECTHMOCTh B JKCHEpUMEHTaNbHBIX momyisinusax D. melanogaster, mo
NpUOJIM3UTENBHBIM OIIGHKAaM, MOXET AocTHraTh ypoBHS 15 %. Ilokaszano, uTo
camku D. melanogaster, nadunuposannsie Wolbachia remoruma wMel, umeror
TaKylo ke IJIOJOBUTOCTh, YTO U CaMKu, HHpUIMpoBaHHbIe OakTepueit wMelCS-
reHoTuna. Ha ocCHOBaHMY aHaM3a MOJYYCHHBIX JAaHHBIX €CTh OCHOBAHUS T10J1araTh,
9TO OaKTepuss HE OKa3bIBAeT CYNICCTBEHHOTO BIIMSHUS Ha PENPOAYKTUBHYIO

¢yukmuto D. melanogaster B skcriepuMeHTaNIbHBIX TOMYJISIHIX.
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