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CIIMCOK UCMOJIb3YEMbBIX COKPAIIIEHUI

BHC — OpromrHoi HEpBHBIN CTBOJ;

30/] — 3auaTKu ONTUYCCKHUX JIOJICH;

DK — mpo10IKUTENbHOCTD KU3HU;

III" — moArI0TOYHBIN TaHTJINI;

[[H — nuTomiazMaTtnyeckasi HECOBMECTUMOCTb;
IHHC — uentpasibHasi HEpBHAs CUCTEMA,

OIIP — sHOOIIIa3MaTHYECKUN PETUKYITYM;

HSPs — 6enku TeroBoro mmoka (heat shock protein).
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BBEJIEHUE

SIBneHrve cumMOMO3a IMIUPOKO PACIPOCTPAHEHO B OHOJIOTMYECKUX cHCTeMax. B
HACTOSAIEE BpEeMs H3YYEHHUIO COCYIIECTBOBAHUS M B3aUMOJICHCTBUS OpPraHU3MOB
yaensercss Oosbimioe BHUMaHue. OOHUM U3 TJaBHBIX YCIEXOB B HCCIEIOBAaHUU
CUMOMOTHYECKUX  B3aHMMOOTHOLIEHWI  CTaJl0  JI0Ka3aTe€IbCTBO  CUMOMOTHYECKOTO
npoucxoxaeHus sykapuor (Maprynuc, 1983). IlokazaHo, YTO CUMOMOHTHI OKa3bIBAIOT
pa3IMYHOE BIUSHUE HA )KU3HEAESITENIbHOCTh X035MHA U MOT'YT UIpaTh KIIOYEBYIO POJIb B
ero pa3BUTUU. MeXaHU3MBI 3TUX CIIOKHUBIINXCS B ABOJIIOIMHA TECHBIX B3aUMOOTHOIICHHH
JI0 CUX TIOP MOJHOCTBIO HE PACKPBITHL, B YACTHOCTH, MIOYTH HE U3YYEH BOIIPOC O EHCTBUU
HEONIaroNnpusTHBIX YCIOBUH cpelpl Ha CHCTEMY CHUMOHMOHT-XO035iMH. B  pamkax
UCCJIEIOBAaHUN TPOBOJATCS AIKCHEPUMEHTHI, KOTOpPBIE MOJEIUPYIOT BO3JEHCTBUE
paznuYHbIX a0uoTHUECKHX (AKTOpPOB Ha opraHu3Mbl. M3BecTHO, 4TO 3(PPEKTUBHOCTH
cMMOMO3a 3aBUCHT OT TEHOTHUIIOB OPraHWU3MOB M YyCJOBUH ux oburtanus (Thomas,
Blanford, 2003). Kak x03s1H, TaK © CAMOMOHT MOTYT CICHU(PHUYECKH pPearupoBaTh Ha
U3MEHEHHS OKpYXarollel cpeibl, a peakius CUMOMOTHYECKOH accolMaluu B LEIOM
3aBUCUT OT TECHOTO B3aUMOJEHCTBUS MapTHEPOB B HOBBIX YycioBHsX. MccnenoBanue
B3aUMOOTHOIICHUH CHUMOMOHTAa M XO35fMHA, XapakTepa HMX OTBETa Ha BO3ICHCTBUSA
paznUYHbIX (HAaKTOPOB B MCKYCCTBEHHO CO3JJaHHBIX CTPECCOBBIX YCIOBHSIX COJEpP>KaHUS
SBIIAETCA OJHUM W3 TMOJXOJOB JJI BBISICHEHHS] TOHKHMX MEXaHHW3MOB B3aMMOJECHCTBUS

CUMOMOTHUYECKUX MMAPTHEPOB B TECHOM acCOLMALUY.
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DHI0CHMOMO03, TIPU KOTOPOM OJIMH U3 CUMOHMOHTOB MOXKET CYIIECTBOBATH TOJIEKO
BHYTPU JIPYTOTO, SIBJISIETCS TPUMEPOM BBICOKOM ajanTallid OpraHu3MOB. SIpKum
NpeJACTaBUTEJIEM TaKWX  B3aMMOOTHOLICHWM  sBisiiorcss  OGakrepun  Wolbachia,
OOHAapyXCHHbIE y MHOTHX WICHHUCTOHOTUX W HEMaToA. OJTH BHYTPUKICTOYHEIC
CUMOHMOHTBI NPHUBJICKIM BHUMAHUE YUEHBIX B BHJY CBOETO IMHUPOKOTO PACHPOCTPAHCHHS
CpeM HACeKOMBIX, a TakXe pa3HOoOOpa3HOro BIMSHUS HAa WX pa3BUTHE W
xu3HecrocobHocTh. Wolbachia crocoOHBI BIMATE Ha pPENpOYKTUBHBIC CBOMCTBA
X035MHa, BBI3bIBAs [IUTOIIA3MATHUECKYI0 HecoBMecTUMOCTh (I1H), mapTenorexnes, rudesnb
camioB win pemunmsanuto (Stouthamer et al., 1999; Serbus et al., 2008). MccrenoBanue
mexanu3moB BiusHus Wolbachia wa opranwsm xo3suHa OTHOCHTCS K aKTyaJbHBIM
npoOiieMaM OMOJIOTHH U MMEET BKHOE TIPUKIIATHOE 3HAUCHHE, TIOCKOJIBKY 3TH OaKTepUu
MOTYT OBITH HCIIOJIb30BaHbI B OyaymieM ist OOpbObI C MEPEHOCYMKAMH Pa3IHUHBIX
3a00JICBaHUIl 4YeNOBEKa, TAKMX KaK MaJsipusi WM Juxopanka JleHre, a Takke C
BPEIUTEISIMUA CEIILCKOTO XO03sicTBa. Hampumep, HeaaBHO OBLIO MPOIEMOHCTPHPOBAHO
ycremHoe BHeapeHue wuHbuiupoBanHbeix \Wolbachia komapoB Aedes aegypti B
NPUPOJHYIO TOMYJSIMI0 A3THX IEPEHOCYMKOB JIMXOpaaku JIeHre Ha TeppUTOpUU
ABCTpaIMK, 4TO MPUBEJIO K CHIKCHHUIO YacTOTHI TIEpEIauyd BUPYCHOW UHQPEKIIUH JFOISIM
(Hoffman et al., 2011). HenmaBHo Obula TOJy4YeHA CTAOWIbHAS WHQPHUIMPOBAHHAS
Wolbachia nmuaus komapos Anopheles stephensi, koTopblie SIBISIOTCS OJHUMH U3 TIIaBHBIX
MEPEHOCUUKOB MAJISIPUH Y JTFOJIEH, UTO B Oy IyIIIEM MTO3BOJIUT pa3paboTaTh O€3BpeIHOE IS
OKpY’Karomiei cpebl U 3PPEKTUBHOE CPEACTBO JJIsi OOPHOBI ¢ 3TUMHU HacekoMbimMu (Bian
et al., 2013).

YcraHoBneHo, uto Hekoropeie mrammbel  Wolbachia moryr BausTe Ha

’KH3HECITOCOOHOCTD napTHépa, CHMKasA WIHN IIOBHIIIAsA €ro IJI0J0OBUTOCTh, BEIXKMBACMOCTbD
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U npoaoukuTeabHOCTh Ku3HU (I1DK). OgHuM u3 Takux mramMoB siBisiercs WMelPop,
KOTOPBIN, TOMUMO PETPOIYKTHBHBIX TKaHEH, OOHAPY>KWBAETCS B MBIIIIAX, CETUYATKE U
kiaetkax mos3ra Drosophila melanogaster, kotopas siBiseTcst yIOOHBIM OOBEKTOM ISt
u3ydeHus: ocooenHnocreil nosexenust Wolbachia. Amepukanckumu y4EHBIMU BIIEPBEIC
obuto mokaszano, uro Wolbachia mramma wMelPop 3naumrensHo cHmkaer IDK
3apaxEéHHpix uM Myx (Min, Benzer, 1997). ABTOpHI yCTaHOBWIH, YTO Y MYX,
collepKaluxcsi Mpu ToBblIeHHOW Temneparype (29 °C) sT1oT HeraTUBHBIM S(dexT
YBEJIMUMBAETCS B JBa pa3a MO CPaBHEHUIO C HACEKOMBIMH, COJEPIKABIIMMHUCS TPU
HOpMasibHOM — Temmepatrype (25 °C). HWaTepecHO, 4UTO, COTJaCHO TMOCIEAHUM
UCCIIeIOBaHUsIM, TOHIKeHHas Temmeparypa (16 °C) ciocoOcTByeT BocctanoBieHuo [1K
y 3apaXE€HHBIX MYX JI0 YPOBHS HEHMH(UIMPOBaHHBIX ocobeil (Baiicman, 2009), ogHako
MEXaHHM3M 3TOTO SIBJICHUS BO MHOTOM emlé He siceH. OHUM U3 MOAXO0B JIJIsl BHISICHEHUS
IPUYMH ONMMCAHHBIX U3MeHeHul DK nHpUIIMPOBaHHBIX MyX MOKET CIIY>KHTh JI€TalbHBIN
aHaM3 OpraHW3alMH, pacrpeneicHus U B3aumMonericTBus Wolbachia u eé xo3suHa B
Pa3JIMYHBIX CTPECCOBBIX YCIOBHUSX, B HAIIEM CiIydae MpPU MOBHIIICHHONW W MOHWXEHHON
TEeMIepaType, C HCIOJb30BAaHUEM  METOAOB  IPOCBEUYHMBAIOIICH  AJIEKTPOHHOM
MUKPOCKOTIHH U (ITYOPECIICHTHOM ruOpuan3amnuu in Situ.

Ilenpro HacToswmer pabotel ObUIO HcciaenoBanue BaugHus Wolbachia mramma

wMelPop Ha TnpomOKUTENLHOCTE JKU3HM H  BbDKHMBaecMocTh D. melanogaster,
pacmpesiencHie U YIbTPacTPYKTypy OakTepwii B KJIETKax MoO3ra XO3sSMHA Ha
TIOCJICIOBATEIBHBIX CTAIIMIX €0 )KU3HEHHOTO [UKJIa P Pa3IMyHbIX TeMieparypax. s
JOCTH)KCHUS JTAHHOM 11eJTM OBLIIM IMOCTABJICHBI CIICTYIONINE 3a/1a4H:

1. CpaBuuts IIDXK u BeDKHBaeMOCTh WHOHUIIMPOBAHHBIX M HE HHOHUIUPOBAHHBIX

Wolbachia D. melanogaster mpu pasHbIX TemmepaTypHBIX pexumax: | - mocTosHHOE
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conepxanue Myx npu 25 °C u 29 °C; Il — conepxanue myx npu 29° C B teuenne 3, 7 u 13
IHel U nocnexyromuii ux nepenoc Ha 16 °C; nocrosiHHoe copepxanue myx npu 16 °C;

2. MHccnenoBath crTpoeHue kieTok Mo3ra D. melanogaster, ymbrpactpykTypy u
nokanm3anuio Wolbachia B aTux kieTkax mpu TeMrepaTypHbIX pexumax |;

3. IlpoBectn aHanmu3 yIAbTPAaCTPYKTYpHOM oOpraHmzanuu OakTepuid W UX
pactipeneneHuss B KieTkax Mmo3ra D. melanogaster, conepkammxcsi B yCIOBHSIX
TEeMITepaTyPHBIX PEKUMOB |;

4. HccnenoBarh pacnpeneieHue OakTepuil W OUEHUTh UX THUTP B Pa3IUUYHBIX
otnenax mo3ra D. melanogaster Ha mociaenoBaTeNbHBIX CTAAMSIX UX KHU3HCHHOTO ITHKJIA

(TmymHKa 3-ro BO3pacTa, KyKOJIKa U B3pOciasi Myxa) MpH TeMIIepaTypHbIX pexxumax |.

Hayunast HoBu3Ha paboThl. C mOMOIIIBI0 (yopeciieHTHON ruOpuan3amnuy in Situ Bepsbie

IpOBEICHO MOIPOOHOE HcchenoBaHue pacrpeneneHus o6akrepuii Wolbachia B xmerkax
Mo3ra Hacekomoro Drosophila melanogaster Ha pa3HbIX CTaausIX pa3BUTHS XO3SUHA MPH
YMEPEHHON U IOBBIIIEHHON TeMIlepaTypax. BrnepBble Ha YyIbTpPacTpyKTypHOM YpPOBHE
IPOBEJICHO JI€TAJIbHOE OMUCAaHUE pachpeneseHus MOpPoIoTUun OAKTEpUil B pa3IMYHBIX
KJIETKax MoO3ra HaceKkoMoro. brmaromaps KOMIUIEKCHOMY TMOAXOAY (COYETAHMIO
HOMYJISILIUOHHBIX METOAOB U 3JIEKTPOHHOW MUKPOCKOIIMH ) HAMHU ONPEJEIIEH KPUTUUECKUI
NEPHOJ] BO3IECUCTBHSI MOBBIILIEHHON TeMIlepaTyphl, BbI3bIBAIOLIUI HaKOMJIEHUE OaKTepuil
U TIPEXIEBPEMEHHYI0 TH0enb X03s1MHa. BriepBeie mpeioxkeHa cxema 1nociie0BaTeIbHbIX
CTaauil jaerpajganuu OakTepud TOA JIEUCTBHEM TeMIlepaTypbl. BEBIsSBIEHO, YTO
NOBBIIICHHAs! TEMIIEpaTypa He OKa3bIBAaeT BIMSHUS HA TUTP OaKTepuil B LEHTPaIbHOMN
HEPBHOM CUCTEME HACEKOMOTO Ha CTAaJUU JUYMHKH, & TAKKE PAHHEW U CpEeIHEN KYKOJIKH,
OJIHAKO YBEIMYMBAECT €T0, HAYMHAs CO CTaJUU MO3IHEW KYKOJIKH U IIOCJIE BBUIETa UMAro.

Crnenuduueckuii  xapakTep pacmpeneneHusi Oakrepuii B MO3re  HACEKOMOTO
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3aKJIaJIbIBAETCSI B PAaHHEM OHMOpPUOTeHE3e NYTEM HEPAaBHOMEPHOIO paclpeieeHUs
AH/IOCUMOMOHTOB TpU (POPMHUPOBAHUU TNEPBUYHBIX HEHPOHOB LIEHTPAIbHOW HEPBHOUN

cucremsl (IIHC) xo3smHa.

Teopernueckas W mnpakThyeckas 3HaYMMOCTh. llogpoOGHOe omnucaHue pacnpeneneHus

OakTepuil B KJIE€TKaX pa3jIMuYHBIX OTAEJIOB MO3ra MyX, IPOBEJIEHHOE B JIaHHOW pabore,
00nasaeT Ba)KHOM TEOPETUYECKOM 3HAYMMOCTBIO g OyAymuXx padoT, CBA3aHHBIX C
U3y4EHUEM BIMSIHMS OAaKTepHil Ha MOBEJEHUE UX X031€B. B Hacrosiiee BpeMs MHOrue
1a00paTOpPUH 1O BCEMY MUPY aKTUBHO 3aHMMAIOTCS 3TOW TeMOW. JlaHHBbIE 1O BIMSIHUIO
TIOBBIIIICHHOW W TIOHM)KCHHOM TeMITepaTyphbl Ha KU3HENEATEIHEHOCTh MHUKPOOPTaHU3MOB
BaXHBI JUIS TpPaKTHYECKOro mnpuMeHeHus Oakrepuit Wolbachia B  kauectBe
OMOJIOrMYECKOT0 OpYXUsl B 00phOE ¢ HACEKOMBIMU-BPEAUTEISIMU CEJILCKOTO X0341CTBA, a
TaKXe Pa3InYHbBIMU [IEPEHOCUNKaMHU 3a00J1eBaHMii yeroBeka. Bo3aelicTBue okpyxaromen
Cpenpl 3HAYMUTEIHHO CKAa3bIBACTCS HA B3aWMOOTHOIICHHSIX B CHCTEME SHAOCHMOWOHT-
XO034MH, I03TOMY H3yY€HHE BIHUSHHUS CTPECCOBBIX (PAKTOPOB HA CHUMOMOTHYECKYIO
acCOIMalMI0  SIBJISIETC  HEOOXOOUMBIM  3BEHOM, IMIPH IUIAHUPOBAHUHM  TOJIEBBIX
IKCTIEPUMEHTOB.

AmnipoOarttus paGoThl. Pe3ynbpTaTsl paboThl ObLTH MpeacTaBiieHbl HA: 14-it MexnyHapoHou

[TymuHCKON 1IKOJIe-KOHPEpEHITUU MOJoAbIX yu€HbIXx «buomorus — nayka XXI Beka»
(ITymuuo, Poccus, 2010); 23-ii  Poccuiickoli KOH(GEPEHIIMU TIO0 3JICKTPOHHOMN
mukpockonuu (YepHoronoBka, Poccus, 2010); 48-ii MexayHapoaHOW HaydHOM
cryneHdeckol  koHpepeHiuu  «CTyIeHT W HAYYHO-TEXHHYECKHH  IPOTPeccy»
(HoBocubupck, Poccust, 2010); 15-it Mexxaynapoasoi [Tynuackoit mkore-koH(epeHumn
Mojoaeix  yu€Hblx «buonoruss — nayka XXI Beka» (ITymmnao, Poccums, 2011);

MexnynapoaHoii koHdpepenmnn «IIpobremMbl TOMYNSIHMOHHON W OO0IIEed TEeHETUKM
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(MockBa, Poccus, 2011); ordeTHON KOH(pEPEHIIMH TNPOTrpaMMbl (PyHIaMEHTAIbHBIX
uccnenoBanuii Ilpesuauyma PAH. “buonormueckoe pasnoobpasue”. Iloamporpamma
“I'erodonnbpl 1 reHeTHYECKOoe pasHooOpazue” (Mocksa, Poccus, 2011); 24-it Poccuiickoit
KOH(pepeHIInn 1o 3IeKTpoHHOM Mukpockonuu (YepHoronoBka, Poccusi, 2012); 7-i
MexayHapoaHoii KoHdepeHimH, mocBsmieHHoin Onomorun Wolbachia u cammure
EBporieiickoii opranu3zamnuu 1o koornepamnuu B Hayke u texnonoruu (EU COST) FA0701
(octpoB Onepon, ®pannusa, 2012); Ha oT4eTHOM ceccun MHCTUTYyTa HUTOJOTHH H
reaetukn CO PAH (HoBocubupck, Poccus, 2012); 13-m EBpomneiickoM caMMuTe 110 BKYCY

1 000HAHMIO Y HaceKOMbIX (Bumazumuyc, Utamnus, 2013).
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CrpykTypa U 00béM nuccepranuu. JuccepTanyioHHas paboTa COCTOUT U3 OTJIABJICHUS,

CIIUCKAa COKpAIlCHW, BBEJCHHS, 0030pa JUTEPATyphl, OIHCAHUS HCIIOIH3YEMBIX
MaTepUAIOB M METOJIOB, PE3YJIbTaTOB, OOCYKICHHS, BBIBOJOB, CIHCKa HUTHUPYEMOMH
auTepatypbl. Paborta usnoxkena Ha 186 crpanumnax, cogepxkut 54 pucyHka u 6 Ta0mmiI.
bubnuorpaduueckuii ykazaTenb JutepaTypbl BKiIrodaeT 196 mcTtouynmkoB, u3 Hux 13

0Te4YeCTBEHHBIX U 183 3apyOeKHBIX.

bnarogapHocTu. ABTOp  BbIpaXaeT TINIYOOKYH0 TMPU3HATENBHOCTh  COTPYIHUKAM

naboparopun Mopdosorun u pynkuuu kierounbix crpykryp Uul’ CO PAH, otnena
OMOJNOrMM KJIETKW W JUYHO HaydyHoMy pykoBoautento Kucenesoit E.B., a Ttakxke
MopozoBoit K.H. u ’)KykoBoit M.B. 3a nomMoliib, 0Kka3aHHYI0 Ha BCEX dTarax BHITTOJIHECHUS
pabotel. ABTop Onmaromaput Mnunckoro FHO.1O. u 3axaposa U.K. (mabopaTopusi reHETUKH
nomyssiiuil, Uul” CO PAH) 3a momortis B mpoBeACHUH MOMYJISIUOHHBIX YKCIIEPUMEHTOB
U NoJiepKaHuK Ja00paTopHbIX TUHUI MyX. Kpome Toro, aBTop BeIpaxaeT 0;1aro1apHOCTb
3aB. jaboparopueit PyomoBy H.b. m 3aB. LIKII Baitbopomuny C.M. 3a cozmanue u
BO3MOXHOCTb HCHob30BaHus 3amevarenbHoro LIKII mukpockonnueckoro axanusa
ouonorunuecknx oobekToB B Ul ul" CO PAH, a taxke Bricoukoit JI.B. u OMenbsiHuyKy

JI.B. 3a HCHHBIC KPUTHUYCCKHUC 3aMCUaHNA U COBCTHI I10 HAITMCAHNIO AUCCEPTALINH.
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I')TABA 1. OB30P JIMTEPATYPbBI

1.1. XapakTepucTHKA Pa3jM4YHbIX (pJOpM cuMOHM03a

CumOMn03 (OT TPEUECKOro GULLL — «COBMECTHO» M Plog — <OKHU3HB») — 3TO
B3aMMO/ICHCTBUE U COCYIIECTBOBaHHE MPECTABUTENICH pa3HBIX OMOJIOTHMUECKHX BHUJIOB
(Wernegreen, 2004). CumMOHMOTHYECKHE acCOIMAIIMM MEXIY MHKPOOPTaHU3MaMHU H
BBICITUMH DYKAPHUOTAMHU BCTPEUAIOTCS JOBOJIHHO YACTO W BKIIOYAIOT MYTyaJTUCTHUCCKUE
(B3aMMOBBITO/IHBIC), HEUTpaIbHBIE U TapasuThueckue (Bpeansie) otHomenus (\Werren,
1997). lns AByX BUIOB BO3MOKHO IIECTh IONApHBIX IepecedeHuil 3Tux 3(QexTos,

KOTOpBIE OTpaKeHbI B TabuIe 1.

Tabnuna 1. Tunsl cumOuo3a (B3ato u3 byxapun, Ycesios, 1996).

Tunsl Bug A
cuMOMo03a + 0 i
+ Myrtyanuszm Kommencanuszm [Tapazutusm
Bun b 0 Kommencanuizm Heurpanuzm AMeHcanu3M
- [Tapazutusm AMeHcanusm KonkypeHnuus

«Hy» - HpI/IHOCHHII/II‘/JI IMOJIB3Y COXHTECIIO, «-» - HpI/IHOCHHlI/Iﬁ Bp€a COXKHTECIIIO,

«0» - HET BIUSHUS HA COXKUTEIIS.
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Myryanu3smM — 3TO CHMOHMOTHYECKHE  B3aUMOOTHOIICHHWS, Koraa o00a
COXHTENBbCTBYIONINX BHJIA U3BIICKAIOT B3aUMHYIO 1OJIB3Y. KoMMeHcam3MoM (JI0CIOBHO -
"mUTaHHE BMECTE 32 OJHUM CTOJIOM") Ha3bIBAIOT B3aMMOOTHOIIICHHSI BUJIOB, IPH KOTOPBIX
OJIMH W3 TMAapTHEPOB IOJyYaeT MONb3y, HE HaHOcs ymepO apyromy. [lapasuruzmom
sBysieTcs: (hopMa B3aMMOOTHOLICHUH MEXIY BUAAMH, IPU KOTOPOH OpraHW3MBI OJHOTO
BUJa (mapa3ura, MOTPEOUTENs) KUBYT 3a CUET MHUTATEIbHBIX BEUIECTB WJIM TKaHEH
OpraHu3Ma JpYroro Buaa (X03suWHA) B TEUCHHE OMpeneN€HHOro BpemeHu. HelTpanusm
HpeACTaBIsAeT COOON OTHOIIEHHS, MPH KOTOPHIX 00a BHIa HE3aBUCHMBI  HE OKa3bIBAIOT
Ipyr Ha Jpyra HUKaKOro BIMSHUS. AMMEHCAIU3M — 03TO THUI MEXKBUIOBBIX
B3aUMOOTHOIIICHHUH, TIPU KOTOPOM B COBMECTHOM cpele OOWTaHHS OJWH BHJ MOJABISET
CYIIECTBOBAaHUE JPYroro BHIA, HE HCIBITHIBAs MPOTHBOACUCTBHs. [Ipy KOHKYpEHIIUU
BUJIBI COTIEPHUYAIOT MEKIY COOO0I B OMCKAX MUIIH, YKPBITHS, MECT KJIQJKH SUI | T. II.

OpnHoli U3 pa3HOBUAHOCTEH CUMOMO3a SBIISETCA SHAOCUMOMNO3, IPH KOTOPOM OJIMH
U3 OPraHMU3MOB KUBET BHYTPH TeJa APYroro (Xo3suHa), BCTYNas C HUM B OY€Hb TECHBIN
KOHTakT. OJHUM U3 SPKUX W MHTEPECHBIX NPHUMEPOB TAKOTO COXHUTEIHCTBA SBIISICTCS
npocTteiiiee kryrukonocerr  Mixotricha paradoxa, oOwuraromiee B KHIICUHUKE
aBcTpaymiickoro Ttepmuta Mastotermes darwinensis (Maprymuc, 1983). Baytpu
npocreiimero XuBET 4erbipe THma Oaktepuit. s aemwxenus Mixotricha paradoxa
ucnoib3yer Oomee 250 000 Oakrepuit Treponema spirochetes, a rtaxxe 200 Oonee
KPYITHBIX, IMEIOIINX BBITSIHYTYIO, cliupaieBuanyto ¢popmy, Canaleparolina darwiniensis,
KOTOpbIE TPUKPEIUICHBI K IOBEPXHOCTH TPOTUCTA. ByaydW BTOPUYHO JHINEHHBIM
MUTOXOHJIPUH, KT'YTUKOHOCEII COJIEPIKUT BHYTPU ce0s cheprueckne adpoOHbIe OaKTepuH,
3aMeHsonmMe coboit orcyrcTByromyo opranemny (Margulis, Sagan, 2001). Ha

MOBEPXHOCTH KI'YTUKOHOCIIa OOHApYKEHbI TaKKe MaJOYKOBUAHbBIE OaKTepuH, (QyHKIUs


http://ru.wikipedia.org/w/index.php?title=Canaleparolina_darwiniensis&action=edit&redlink=1
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KOTOPBIX J0 CUX ITOP HE BBISICHEHA.

OOmenpuHATO CYUTaTh, YTO OYEHb BaAXKHBIC OPTraHE/UIBl HAIIed KIIETKH,
MUTOXOH/IPUH, BO3HUKIIU B Pe3yJIbTaTe TECHOTO CUMOM03a OaKTepUH U 3YKapUOTUYECKOM
kaetku (Gray, Doolittle, 1982; Gabaldon, Huynen, 2007; Agnati et al., 2009).
AHaNOrnyHOe MPOUCXOXKAEHHE paccMaTpuBaroT U s wiactua (Martin, Kovallik, 1999;
Howe et al.,, 2008). Ilpeamosiaraercs, 4TO OKOJO JBYX MHJUIMAPIOB JIET Has3aj
OJIHOKJIETOYHAsI aHa’pOoOHas Ku3HEeHHas (popma ObUIa 3aXBau€Ha PUKKETCHUS-TIOI0OHBIM
OpraHU3MOM, KOTOPBIM Yepe3 HECKOIbKO MOKOJICHUI TOTYyYr BOZMOXHOCTh MOTJIOUIATh
kucaopon (Fox, 2004). B mpouecce >XM3HEAESITENIBHOCTH 3TOTO OpraHum3Ma OakTepus
noTepsijia MHOTUE (PYHKIIUU U MPEBPATUIIACh BO BHYTPHKIETOUHYIO opraHeiny. O6 3Tom
TOBOPUT TEOPHS JHJIOCUMOMOTHYCCKOTO TPOUCXOXKIACHHS, YTBEp)KIAMoIas, dYTO
yKapuOTHYECcKass KIJIEeTKa C CaMOro Hayajla MpOM30llia M3 KOOoMepalud CBOOOIHO
XKUBYILIUX MHKPOOOB, 0Opa30BaBIIMX MEXIY COOOW CIOXKHOE COOOIIECTBO M MPOYHO
3aKpEMUBIIUXCS B KAUYECTBE BHYTPUKIIETOUHBIX OpPraHesll.

[[upokoe pacmpeselieHne BHYTPUKIECTOUHBIX MApa3sUTOB CpeAu  OOJBIIOTO
pa3HooOpa3us XO035€B M WX MHOXCCTBEHHOC BIIMSHHEC HAa OPTaHU3M JOKa3bIBAIOT
OTPOMHYIO POJIb SHAOCHMOMO3a B 3BOJIIOIUH. MUKPOOHBIC CHMOWOHTHI CHIIBHO TTOBITHSIIN
Ha Pa3BUTHE CIOXHO ycTpoeHHbIX opranuzmoB (Wernegreen, 2004). CumOuo3 sBisieTcs

BOKHEUIIINM JIBUTATEJIEM SBOJIIOIHMH M KOJIOTHIECKOTO Pa3HOOOpa3us.

1.2. Bakrtepuun Wolbachia — 3JH10cHMOMOHTHI YIEHUCTOHOTHX U HEMATO/

HeusBecTHass BHYTpUKJIETOYHas OakTepusi ObUTla BIEpBbIC OOHAapyXeHa B
PENpOAYKTUBHBIX TKaHsIXx komapoB Culex pipiens I'eprurom u Bosabbaxom (Hertig,
Wolbach, 1924). B 1936 r. it Obuto maHo odunmansHoe HazBanue Wolbachia pipientis

(Hertig, 1936). B 50-x romax I'emenoBuu u JlaBen (Ghelelovitch, Laven, 1951)
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OOHAPY)KUJIM HEKU3HECITOCOOHOCTh TOTOMKOB MEKPACOBBIX CKPEIIMBAHUN KOMapoB
komruiekca BuaoB C. pipiens. DTo sBieHHE OBUIO HA3BaHO I[UTOILIA3MATHYCCKOU
HecoBMectuMmocThio (ITH), a B 70-x roax Oblia HaiijieHa B3aMMOCBS3b 3THX JIBYX BaKHBIX
(dakTopoB, mocie Toro, Kak ObulO MoKa3aHo, yTo LIH mnposBisieTcss B mpucyrcTBUM
Wolbachia B opranmsme xossmna (Yen, Barr, 1971; Werren, 1997). C storo BpeMcHH
HAYaJIMCh AaKTUBHBIC WCCIEAOBaHUS SHAocuMOMoTHUeckux Oakrepuii Wolbachia.
CorJiacHO MOCJTCIHUM OLICHKaM, OakTepusi oOHapykeHa OoJiee YeM Y IMOJOBHHBI BCETO
BUI0BOT0 pasHooOpasus Hacekombix (Hilgenboecker et al., 2008). IToka3ano Takke, 4TO
40 % mnasemubIx aptponoa uHduiupoansl Wolbachia (Zug, Hammerstein, 2012). Dtu
SHJIOCUMOHOHTHI BhIABIAOTCS y 16 BumoB Hemarona (Taylor et al, 2000), HekoTopbix
MHOTOHOXKEK W Kkiemiei. [lomumo  pempoaykTuBHBIX — opranoB  Wolbachia
OOHApYXXHMBAIOTCA TakXKe B KIETKaX COMATMYCCKMX TKaHEW: JKUPOBOrO Tela,
MaJIBITUTHEBBIX ~ COCYJOB, KHIICUYHHUKA, HEPBHOM CHCTEMBI, CIIIOHHBIX JKelie3 U
umaruHaIbHbIX quckoB (Glover et al., 1990; Dobson et al., 1999; Clark et al., 2005;
Saridaki, Bourtzis, 2010). Cnemyer OTMETUTb, YTO HapsaAy ¢ WHOUIUPOBAHHBIMU
KJICTKAMHM B TKaHHW XO3SIMHA MOTYT MPHCYTCTBOBATh W HEMH(DHUIIMPOBAHHBIC KICTKH, T.C.

pacIpOCTPaHEHHOCTh OAKTEpHWili B COMATHYECKHX TKAHSIX MMEET MO3aWYHBbIN XapakTep

(Clark et al., 2005).

1.2.1. YabTpacTpykTypHasi opranu3amnus 6akrepuii Wolbachia

Wolbachia otHocaTcs K rpaMOTpHIATENBHBIM OaKTEpPHSIM, KOTOPBIC HMEIOT
OCHOBHBIE MPHU3HAKU PUKKETCHUSI-TIOAOOHBIX OpraHu3MoB. E€ KieTku moauMopQHBI: 3TO
ambo odYeHb MeJkue KOKkougHble ¢opmbl (0,25 — 1 MKM) WM HenpaBUJIbHbBIE
nanoukoBuaHbIe (0,5 — 1,3 MxMm), 1160 odeHb kpynHbIe asiouku (1 — 1,8 mxm) (I'opsuesa,

2004). [Toka3zaHo, 4TO OJHOBPEMEHHO C BO3PACTOM XO3SIMCKOW KIJIETKH TOBBIIIACTCS U
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ypoBeHb IwieiiomophHocTn Oaktepuit (Stouthamer et al, 1999). O6onouka OakTepuu
npeCTaBlicHa TpeMsi MeMOpaHaMU: BHEIIHSIS, MPEANOJIOKUTEIBHO, HIMEET X03HCKoe, a
ocTajbHbIC 1B — OaKkTepHaabHOe mpoucxoxacHue (Stouthamer et al., 1999). B maTtpukce
OakTepuil BBIABISAETCS OOJBIIOE KOJIMYECTBO PHUOOCOM, a TaKkKe paclpaBiICHHbIE HUTH
JJHK u KOMIakTHBIA XpOMAaTHWH. B TKaHSIX MHOTMX OpPraHM3MOB (Y HEKOTOPHIX BHUIOB
Drosophila, nemaron, komapa Culex quinquefasciata) Wolbachia Bcrpeuatorcst B Buje
kiaactepoB u3 3-8 6akrepuii (Taylor et al, 2000; Townson, 2002; dyakusa u ap., 2004).
Wolbachia moxeT uH}pHIEPOBATH Y OMHUX BHIOB TOJIBKO CAMOK, a y IPYI'HX BHIOB
— ocobell 000MX TOJIOB, MPUYEM YHUCICHHOCTh €€ B OJHOM XO3SIMHE 3HAYUTEIHHO
pasaudJaeTcs y pasHbIX BHIOB. B 3apaxxennnix camkax mokpuibl Armadillidium vulgare
Haxonutcst 66000-164000 6axrepuii (I'opsiueBa, 2004), B siiiliax MEJIKOM Mapa3suTUIECKON
ockl poma Trichogramma - 250-670 Gakrepwmii, B siiiax pasHbIx BuaoB Drosophila mo
pa3HbiM naHHbIM 0T 2600-18000 mo 500000 Gakrepuit. UncieHHOCTh OaKTEpUATBHBIX
KJIETOK B MHuUIMpoBaHHBIX camuax Drosophila onennsaercs kak 36.5 x 10° (Boyle et al.,

1993).

1.2.2. ®uaorenus 6axrepuii Wolbachia

Wolbachia pipientis sBisiercs equrcTBennbiM BugoM poaa Wolbachia (cemetictso
Anaplasmataceae, mopsimok Rickettsiales, kimacc a-proteobacteria) (Dumler et al., 2001).
IBa mpyrux Buma W. persica (sumocumOuont kiemeid) u W. melophagi (mapasur
OECKpPBUIBIX KPOBOCOCYIIUX MYX), M3HAYaJIbHO OTHECEHHBIC K ITOMY K€ POy, CITYCTs
HEKOTOpOE BpeMsi ObuTh MckitoueHb! 3 Hero (Dumler et al., 2001). W. pipientis nau6osee
Onu3Ka pHUKKETCUA-TIOA0OHBIM Oaktepusm Anaplasma (Puc. 1) - mnarorenam

MJICKOITUTAIOIINX, TepeHocuMbIX wienncTtonorumu (O’Neill et al., 1992).
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{Anaplasma phagocytophilum

Anaplasma platys

— Anaplasma marginale

— Ehrlichia chaffeensis

— Ehrlichia ruminantium

Neorickettsia risticii

Rickettsia prowazekii

Puc. 1. ®unoreneTnyeckoe IpeBo, IEMOHCTPUPYIOIIEE IBOTIOIMOHHOE TOJI0KEHUE

Wolbachia cpenn ocHoBHBEIX mpencTaBuTeneli cumOnoTndecknx Oaxrepuii (u3 Werren et

al., 2008).

OOnuraTHelli  BHYTPUKJICTOYHBIM  Mapa3sUTH3M  HAKIAQJbIBACT  OMNpEICIICHHBIC
orpaHHuYCHHs Ha pa3mep reHoma Oakrepuu. Pazmep renoma Wolbachia - 0,95-1,66 M6
(Sun, O’Neill, 2001) cxomeH ¢ TaKOBBIM y IPYTUX BHYTPUKICTOUYHBIX TPOKAPUOT MOPSIKA
Rickettsiales. JIias oOauraTHo CyIeCTBYIONIMX BHYTPUKICTOUHBIX OaKTepUil XapaKTepHa
TEHJICHIIUS K YyTpare 3HAYUTEIbHOW YacTH TEHOMa, IOCKOJIBKY €CTh BO3MOXKHOCTb
MOJIb30BATHCSI PECypCcaMu KJIETKU X03siuHa. Hampumep, y cBOOOTHOKUBYIIEH KUIICYHOMN
nanouku Escherichia coli rerom nmeer pasmep 4,6 M0, y Rickettsia provazekii - 1,11 M6,
a y obnuratHeix MytyaiuctoB Buchnera aphidicola - 0,6 M6. Camebrit ManeHbkHl TEHOM
cpeau Bcex Oaktepuit ooHapyskeH y Carsonella, naiinennotii y aucroomomiek. Ero pasmep

cocranisiet Bcero 160 Ko (Dale et al., 2005).
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Pox Wolbachia umeet Gombilioe reHeTHUECKOE Pa3HOOOpa3ue U Moapa3aeiseTCs Ha
omuuHannath cyneprpyn (A - J) (Lo et al., 2007; Ros et al., 2009). B HacTosiiee BpeMs
CUMTACTCs, YTO BCE OHH MPEACTaBIsAIOT emuHcTBeHHbIM B Wolbachia pipientis.
Cymneprpymmsl «A» u «B» sBIsifoTcss Hanboliee pacnpoCTpaHEHHBIMH U, KaK MpPaBUIIO,
OoOHApY)XHMBAIOTCS Ccpead apTpomoj (KJICHmIH, HaceKoMble, pakooOpasHbie). Jlms
cyneprpynn «C» u «D» HOCUTEenssMu OakTepuil SBISAIOTCS QUWIAPUU — Mapa3UTUIECKHE
HEMAaTo/Ibl, BO3OYIUTENN Tpomuueckoro Quuspuosa. Ilocie ommcaHus ITHX YETBIPEX
CYIeprpyIin KOJUYECTBO N3YUCHHBIX X0351¢eB, HHpuiupoBanusix Wolbachia, mocrenenno
pOCIIO, W YBEIMYMBAIACH TOYHOCTh WX OINpEACiCHUs (B HMCCICIOBAHUE O0S3aTEIBHO
BXOJIMJI0 MHO>KECTBO BHJIOB XO35ICB, U aHAJIU3UPOBAJICS HA0Op I'€HOB), YTO MPHUBEIO K
OTKPBITHIO HOBBIX mTaMMoB Oaktepuit Wolbachia u HOBBIX BUmOB X03s¢B. Hampumep,
cyneprpymnma «F», oOHapykeHHasl y HEeMaTO/ U Y HECKOJIBKMX OCHOBHBIX TIPECTaBUTEIICH
apTpornos (pakooOpa3Hble, CKOPIHOHBI), Obuia omucaHa B 2002 romy u MpoaOIDKAET
TIOTIOJTHATHCS. HOBBIMU mTammamu (Baldo et al., 2006). Cyneprpynmsr «<E» n «H» menee
pa3Ho00Opa3HbI 0 CBOMM X03sieBaM: HOoroxBocTku Folsomia candida HecyT cyneprpymimy
«E» 1 otuH poj TepMUTOB cosepxkut 6aktepun cyneprpymmsl «Hy. [lItammer Wolbachia,
oOHapy>KeHHBIE B aBCTPAIMHACKHX Maykax (Araneae), Obu1i OTHECEHBI K cyneprpytie «Gy»
(Rowley et al., 2004), x0oTs BHOCIICACTBUU OOHAPYKUIIU, YTO ITU OAKTCPUH SIBIISIOTCS
peKoMOMHAHTaMU cyneprpynn «A» U «B», To ecTh He MMEIOT MOHO(UIETHYECKOTO
npoucxoxacuuss (Baldo et al.,, 2007). HemaBHO ObLIH MPEIONKEHBI TPU HOBBIC
cyneprpymmsl «I», «J» 1 «K» (Ros et al., 2009). Cyneprpymnmna «K» BbIsBIeHa y KIeIIHKa
naytuHHOTO poxa Bryobia (Tetranychidiae). Cyneprpymnmsr | u J cocTaBisfoT mrammel,
HaileHHbIe COOTBETCTBEHHO y Oox (Siphonaptera) u dunspuii D. gracile (Spirurida).

Ocuognble cynieprpynnsl Wolbachia nmpencraBnens Ha pucynke 2.
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UneHucToHorne

N PUNAPNO3HLIE
UneHucToHorne HemaToabl Dipetalonema gracile
(cyneprpynna A) (cyneprpynna F) (bunspuosHas

HemaToza)
YneHnctoHorme | /
(cyneprpynna B) dunapuosHble
HemaToabl
(cyneprpynna C)
HoroxsocTku ;
(cyneprpynna E) Ctenocephalides ] myryanuam

felis (bnoxa) i T—

D HEeU3BEeCTHO

TepMuThbl

o
(cyneprpynna H) UNAPUO3HbLIE

HemaToAbl
(cyneprpynna D)

Puc. 2. HexopHeBoe QuioreHeTnueckoe IpeBo ocHOBHBIX cymeprpymnmn Wolbachia c
XapaKTePUCTUKOM B3aUMOOTHOILICHUM CHMOMOHTA H Xo03siuHA. JIJIs HEKOTOPBIX

cyneprpymnn, Biusaue Wolbachia eme e 0bu10 onpeneneno (u3 Werren et al., 2008).

[Ipennonaraercs, yro auBepreHius cyneprpynn «A-B» u «C-D» mpousonuia y
Wolbachia npuonusurensrno 100 muumnonos net Hazan (Werren et al., 1995). TTockonbky
HEMAaTOJIbl U YJICHUCTOHOTHE pa3aenunuck 6osnee 600 miH. neT Ha3ad, To okoyio 100 MiH.
JeT Hazaj Jaubo MMena MECTO TOpU3OHTajJbHas Iepelnada OakTepuu MEXIy STHMHU
rpynmaMu, au00 T€ W Jpyrue TMOJYYWIH DHIOCHMOMOHTAa OT KaKOTrO-TO TPETHETO
opranm3ma. ManosepositHo, urto Wolbachia mnosBumace B 3T0 Bpems  OT
CcBOOOTHOKUBYIIEH (OPMBI, TIOCKOJIBKY TpyIa OakTepuii, K KOTOPOH OHA OTHOCHTCH,
npruobpena CrocoOHOCTh K BHYTPUKIECTOYHOMY cyliecTBoBaHuIo Oonee 100 muH. et

Hazal. Bpems auseprenuuu rpynn «A» u «By oneHuBaercs uccienopareiasiMu B 60 MiH.
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net. [Ipeanonaraercs, 4To MEXIy TpymmaMu «A» U «B» mpoucxoamina pekoMOuHaIus, B
pe3yabTaTe KOTOpoi nosiBuiach A-mogooHas cyneprpymnmna «G» (Werren et al., 1995).

BbL10 ycTaHOBIIEHO, YTO Cyneprpymiibl «A» U «By uHQHUIMPYIOT, Kak IPaBUIIO, BUIBI
OJIHOTO pPOJia, TPHU STOM OIHMCAHBI CIIy4aW 3apakKCHHsI OJHOW 0OCOOHM cpaszy IBYMs
OTJIMYHBIMU APYT OT apyra 6akrepusmu (\Werren et al., 1995), uro kak pa3 crmoco0CTByeT
BO3MOKHOW pexomOuHarmu mexay Humu (Baldo et al., 2007). B otinure ot «A» u «By,
OCTaJIbHBIC CYNIEPTPYIIIBI OYECHB PEIKO HHPHUITUPYIOT OJTHOTO U TOTO )K€ XO35IMHA. Y POBEHB
pa3HooOpa3us B KaXI0H CylneprpyIe CHIBHO BapbUpyeT, HapumMep, cymeprpymma «Cy
COJICP)KUT CHJIBHO OTJIMYAIONIUECS APYT OT Jpyra BUABI X035€B. Pazmuuuss Mexmy
CyIeprpymnmnamMu, CYIISCTBYIONIUMH B HACTOSIICE BPEMsl, XOPOIIO TOATBEPXKICHBI U
MOXOXKH OOJIbIIIE HA BHYTPHBHJIOBOE Pa3HOOOpa3We, 4eM Ha MEKBHIOBOE. [10100HBIM
00pa3oM HelaBHO ONKCaHbI cyneprpymibl «I», «J» u «K», KoTopble 3aMEeTHO OTIUYAIOTCS
OT OCTAJIbHBIX CYIEPrPYIII, YTO JOKA3aHO C MOMOIIBI0 MyJabTUreHHoro aHanu3a (Ros et
al., 2009).

PesynbpTaThl GUIOTreHETHUECKHUX UCCIIEIOBAaHUIN U OTCYTCTBHUE MapalIeIn3Ma MEXTY
dbunoreHue Xo3sMHA W CUMOMOHTAa CBUACTEIHLCTBYIOT 00 MHTCHCHBHOM MEXBHIOBOM
ropusoHTanbHOM nieperoce Wolbachia, koTopblii IPOMCXOUT B OCIEAHUE 2,5 MIIH. JIET,
HO CBEJICHUS O CITOCO0AaX M HAIPABJICHUSX TAKOTO IMEPEHOCA JIO CUX IOP OCTAOTCS BEChMa

OTPBIBOYHBIMMU.

1.2.3. Pacnpenenenne d6axkrepuii Wolbachia B Tkansix xo3simHa

[MTockonpky Wolbachia nepenatorcst u3 mokoeHUs: B TOKOJIEHUE TPAaHCOBAPUAIIBHO,
OCHOBHOW TKaHbIO, B KOTOPOW OOHAPYKHMBAIOTCS 3TH IHIOCUMOMOTHYCCKHE OaKTepuH,
SIBISIFOTCSL STMYHUKHU X03siMHA. [IOMUMO JKEHCKUX PElpOAYKTHBHBIX OPraHOB, OaKTEpUH

TaK¥XKE O6Hapy)KI/IBaIOTC$I B KJIECTKaX Mo0O3ra, CEMCHHUKOB, HHHICB&pPITGHI:HOﬁ CHUCTEMBI,
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JKUPOBBIX TeJ, MallbIIUTUEBbIX COCYIIOB, CJIOHHBIX JKEJI€3, MBIIII, CETYATKH H B
xemorurax  (Saridaki, Bourtzis, 2010). HWudekius Bcex BbIMICIEPEYHCICHHBIX
COMaTHYECKHMX TKaHel He crmocobcTByeT nepenade Wolbachia B cienyroiee mokoacHue,
U e€ pa3BUTHE, 110 CYTH, SBIIICTCS «TYIMUKOBBIM» i OakTepuil. OIHAKO CYIICCTBYIOT

T'"II0OTC3hI, 06’B}ICHHIOIJ_II/IG I[IPUYKNHY JOKAJIN3alluu 6aKTepHﬁ B OTHX TKaHIX.

Wolbachia g mozee

[Mocnennue uccnenoBanus pacnpenencHus Oakrepuit Wolbachia B kimetkax mo3ra
Drosophila melanogaster u Drosophila simulans nator Bce ocHoBaHMS ToJarath, 4ToO
unpexnus [THC xo3aunnHa aBisieTcss HeCIy4aiiHON U 003aTeIbHOM JJIs1 9HTOCUMONOHTOB
(Albertson et al. 2009; Albertson et al., 2013; Strunov et al., 2013). Kaprtuna
pacnipenencuus Oakrepuii 3aBucut ot mramma Wolbachia u Buna xo3simaa. Hampuwmep,
XapakTepHoi uepToii marorennoro mramma Wolbachia wMelPop sisisieTcst oOpa3zoBanue
KPYITHBIX CKOIUICHUH OakTepuil B kieTkax mo3ra D. melanogaster u D. simulans, kotopsie
Y4aCcTO Pa3phIBAIOT 000JI0YKH KIETOK M BBIXOJISAT B MEXKKJICTOUHOE IIPOCTPAHCTBO, TIPH 3TOM
KOJINYECTBO MH(HUIIMPOBAHHBIX KiIeTOK octaércs HeOombmMm (Albertson et al., 2013).
[IItamm WRI, HarpoTUB, HEe cO3aéT KPYIMHBIX CKOTUICHUH B KJIIETKaX MO3ra aHaJOTHYHBIX
X035€B, HO TIPU 3TOM WUHQUIMPYET OOJIBIIECEe KOIUYCCTBO HEHPOHOB M KJIETOK IJIMU IO
cpaBHenuio ¢ WMelPop. [Ipeamonararot, 4To jJokaau3aius 0akTepuil B criennhuIeckux
o0acTsax Mo3ra MOXeET BIHMATh Ha noBeneHue xo3suHa (Albertson et al., 2009). Beuio
Tarke mokazano, urto Wolbachia moxer Bo3nmeiicTBoBaTh Ha OOOHSHHE B MPOIECCE
nepemernienuss Hacekomoro (Peng et al., 2008) u 6paunbie urpsr (Koukou et al., 2006;
Gazla, Carraceda, 2009). HanGonpmmii TUTp OakTepuii ObLI BBISBICH B IICHTPAJIHHOM
mosre Drosophila, rae comepkarcsi BakHbIC HEHTPBI KOHTPOJS MOJETA, BU3YaTbHOM

namsTH, yxaxuBanus v nenus (Hanesch et al., 1989; Zars et al., 2000). Cnenuduueckas
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nokamm3anus Wolbachia B 3Tux meHTpax mosra MyX, BEpOSITHO, NMPHBOAUT K TaKOMY
NOBEJICHUIO HACEKOMOTO, KOTOpPOE€ YBEIMYUBACT IIAHC TIepeJayd WHQPEKIHH B
HoclieIytoliee MmoKojeHue. bpuio mokasaHo, 4To MyXu pasHbix nmoasuaoB D. paulistorum,
WHQHUIUPOBaHHBIX pa3HbiMu mTamMamu \Wolbachia serko pacmosnaroT «cBoux» u
«4Y)XKUX», UCKIIOYash BO3MOXKHOCTH AByHampasieHHoi I[H u obGecneumBas mepemady
uHdeknuu B crneayromee nokonerue (Miller et al., 2010). MckyccTBeHHOE MOaBICHUE
TUTpa OaKTEepUil B ATHX MOABUAAX IPHUBOAUT K PE3KOMY YBEIHUCHUIO YaCTOTHI CITy4aHBIX

CerH_II/IBaHI/Iﬁ 1 ru0eJIv ITOTOMCTBA.

Wolbachia ¢ Manvnueueswvix cocyoax

[ToMrMo MoO3ra M pENpOAYKTUBHBIX TKaHEH MaabIUTHEBBI COCYIBI SBISIOTCS
TKaHbIO, KOTOpas coxpaHsercs Bo Bpems meramopdosa (Tapadia, Shukla, 2011). B
KJIeTKaX MaJbIIUTUEBBIX COCYIOB Pa3IMYHBIX HACEKOMBIX ObLIO OOHApYKEHO OOJIBIIOE
xomuuectBo Wolbachia. Cuuraercs, uro Oakrepuum B JTUX TKAHSX MPEICTABISIIOT
Bropuunblii mya Wolbachia, HeoOXomumblil a1 YCHJICHHS BIMSHUS HMH(EKIMU Ha
opranu3sM xo3suHa (Faria, Sucena, 2013). DHIOCMMOHMOHTBI MOTYT JOCTHIaTh
PEIPOYKTUBHBIX OpPraHOB HACEKOMOIO M  IOJJICPKHUBATh YPOBEHb HWHQEKIINH,
NepeMeINIasch IO TKaHAM W3 MaJblHUIrueBbIX COCYAOB. M3BECTHO, UYTO BHECCHHUE
Wolbachia B HenHpuUIIHpOBaHHYIO CAMKY C TTOMOIIBI0 MUKPOUHBEKIIUH MOKET BbI3bIBATD
3aceneHue Oakrepusmu ssmaaurka de novo (Frydman et al., 2006). Takium 0Opa3zom, MOXKHO

CUuTaThb, 4TO I/IH(l)eKIII/ISI MabInUrueBeIX COCYIOB HC ABJISICTCA «TYHI/IKOBOI;’I».

Wolbachia 6 orcuposwix menax
XKuposoe teno Drosophila orBeuaeT 3a muTaHWE HACEKOMOTO W PETYJIUPYET €ro
obmmii poct (Colombani et al., 2003). XKupoBoe Teno Wrpaer Takke BaXKHYIO POJIb B

OpadHbBIX Urpax, MOCKOJBbKY OTBEYaeT 3a MPOAYKUHUIO (DEPOMOHOB CaMOK M CaMIIOB,
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HEOOXOMMBIX I pacrio3HaBaHus «cBoero» Buma (Koukou et al., 2006; Lazareva et al.,
2007). Wolbachia obutn BeIsiBIICHBI B KiIeTKaX xupoBbix Tes1 D. melanogaster (Clark et al.,
2005). Ux mpucyTcTBHE MOKET BIHATh Ha SKCIPECCHIO WM IMEPIENINi0 (pepOMOHOB
X03sIMHA, 3aTparkBasi, TAKUM 00pa3oM, HAIPSMYIO MPOIECC paco3HaBaHUs ApTHEPOB BO
Bpemst 6paunsix urp (Koukou et al., 2006).
Wolbachia 6 xemoyumax

[Tokazano, uro Wolbachia mpucyrctByior B remonumde HACEKOMBIX W MOTYT
HETOCPE/ICTBCHHO BJIMATh Ha TYMOPaJIbHBI MMMYHHBIH OTBeT xo3stmHa (Dobson et al.,
1999; Haselkorn, 2010). YnpaBineHre UMMYHHOH CHCTEMOH XO03fHMHA OTKPHIBAET MHOTO
BO3MOYKHOCTEH /U151 coXpaHeHust u npozaswkeHus nuadekipu Wolbachia B mocneayrommx
nokojenusx. [Toapo6uo o Bnusaun Wolbachia Ha uMMyHHTET X03s51MHA HAMTKMCAHO HUXKE B

pazaene 1.2.4.2.

1.2.4. JeiictBue Wolbachia na opranusm xo3siuHa

Cnocoonocts Wolbachia BiusTe Ha penpoayKTUBHYIO CHCTEMY XO3SMHA SIBIISCTCS
YCIICIIHOW 3BOJIFOLIMOHHOM CTpaTerue, HAyien MpoTUB YCIOBHO MPU3HAHHOTO ITPaBUIIA,
9TO TECHO B3aMMOJICHCTBYIOIIME OpPraHU3MbI JBOJIOIHOHUPYIOT B HAIPABICHUH
MyTyaJUCTHUeCKUX oTHomeHuid. OtkpeiTne mTamma Wolbachia, wapumpyromero
Gunspuii, MPOAEMOHCTPUPOBAIO CIOCOOHOCTh JHAOCHMOMOHTA BBICTYNATh B POJIH
YCIOBHOTO MYTYaJIUCTa, IOCKOJIBKY OBLJIO YCTAHOBJIGHO, YTO YyAaJcHHE OaKTepuid
HapyIIaeT B 3TOM ClIy4ae pa3BHTHE, JMHBKY M IUIOJOBUTOCTH xo3stuHa (Bandi, Sacchi,
1999). Takum oGpazom, Wolbachia momuMo penpoayKTUBHBIX MOIM(HUKALUI MOMKET
BJIMSITh HA XO3fWHA WM B JAPYrux HamnpaBicHusX. OIHUM H3 TNPUMEPOB SIBJIICTCS
napasutupyrolias oca Asobara tabida, y koropoii HeaBHO 00HAPYKHIIH, YTO TPOAYKIIHS

OOIIMTOB U UX Pa3BUTUE HAXOIUTCS B 3aBUCUMOCTH OT rpucytcTBus 6akrepuu (Dedeine et
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al., 2001). Camku, 0cBOOOXIEHHBIC OT YHIOCUMOUOHTA TETPAIMKIMHOM, HE MOTJIU JIaBaTh
HIOTOMCTBO, TIOCKOJIBKY OOILIUTHI TIOTH0ai B SMYHKKE, He qocturas 3penoctu (Dedeine et
al., 2001). TIlIpeamomaraercs, uro Wolbachia Bamsier nHa mnpomeccsl amonTo3a,
npefoTBpamias TUOeTh MUTAIIUX KIETOK H  CHOCOOCTBYS Pa3BUTHIO  OOIUTA
(Pannebakker et al., 2007). Biusuue 6akTepuu Ha MPOIECC 00TeHe3a X03suHa OBLIO TaKKe
npoaeMoHcTpupoBaHo Ha Drosophila. Hanpumep, mokaszano, uro Wolbachia mramma
wMelPop yBenMuYMBAIOT YACTOTy amonro3a B KJIETKaX 3apOJBIIICBON  JIMHUH
D. melanogaster (Zhukova, Kiseleva, 2012). Bpuio Tak:ke BBISIBIEHO, YTO MPHUCYTCTBHE
Wolbachia B opranusme Myx mpemorBpainaer nposiBjieHue myrtanuid B rene SxI (Sex-
lethal), oTBeuaroriem 3a TPAHCIIAIIUIO U CIUTAHCHHT B IPOIECCAaX 00TE€HE3a, MUTOTHYECKYIO
pekoMOMHAIMIO M coMatudeckoe ompezaencuue moaa (Starr, Cline, 2002). [dpyrue
UCCJICTOBAHUS MPEIIOJIaraoT B3auMo ieiicTBrue OakTepuu ¢ TeHoM ChiCO, Koaupyronmm
OeNKu, SBISIONUECS CyOCTpaToM JUIss WHCYJIMHOBOTO pEIENTOpa, YYacTBYIOUICTO B
perymsiuu pocta (Clark et al., 2005). HekoTtopsle aiennd 3TOr0 T'€Ha SBISIOTCS
JeTadbHBIMU JIs Xo3smHa B ortcyrctBuu  Wolbachia. Beuio ycranoBnmeno, uro y
napasutudeckoir ocel Leptopilina heterotoma sHIOCMMOHMOHT OTPUIIATEIHEHO BIMSIET Ha
IUIOIOBUTOCTh, JABHTaTeNibHY0 akTuBHOCTh M DK xo3suna (Fleury et al., 2000), a y
D. simulans Bei3bIBaeT cokparnienue npoaykimu criepMsl (Snook et al., 2000). Beino takxke
nokazaHo, 4to y D. simulans u D. melanogaster Bmusuue Oaktepuu Ha [DDK wu
TUTOJIOBUTOCTH 3aBUCUT OT renoTuma Myx (Fry et al., 2004; Dean, 2006). B To sxe Bpemst
obonapyxen mramm Wolbachia WAU, xoropslii He BIUSET Ha OpraHU3M XO3SUHA
(D. simulans u D. melanogaster) (Hoffman et.al., 1996; Riegler et al., 2005). Boicka3zano
NPE/ANOIOKEHHE, YTO BIUSHHE OaKTEpUU HA XO35IMHA B OTOM ClIydae, BEPOSTHO,

OTJIMYACTCA OT pPAaHCC HU3YYCHHOI'O W IIO3TOMY HC O6Hapy)KI/IBaeTC$I COBpPCMCHHBIMHU
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metonamu (Iturbe-Ormaetxe, O’Neill, 2007). Y HeKOTOPBIX IMHUI MyX OBLIIO OOHAPYKEHO
nojoxutensHoe AeiictBue Wolbachia na IK xo3siuna (Baiicman u np., 2009; Baticman u
ap., 2013). TlpennoxeHa uaes HETaTUBHOTO U MO3UTUBHOTO BIUSHUS OJHOTO WJIM Pa3HbIX
reHOTHIOB Oaktepuu Ha Drosophila, kotopsie, BO3MOXXHO, HUMEIOT HEOIUHAKOBYIO
npupoay (Baiicman u ap., 2009). B skcniepuMmenTax, TpoBeAEHHBIX aBTOpPaMH MMOKa3aHo,
YTO y IMIECTH Tap JUHUN MYyX TIPH ONTUMAIBHBIX HIIA CTPECCOBBIX YCIIOBUSX BO3JEHCTBUE
HHIOCUMOMOHTA Ha OPTaHU3M XO3sIMHA MPOSBIUIOCH TONbKO B 20 %. ciydaeB. Binusinue
OakTepuy Ha XO34MHA 3aBUCEJIO0 OT T€HOTUIIA MYX, YCIOBHH Cpeabl U SIBISUIOCH MOJI-
crenuduuasiM (Baiicman u nip., 2009). Takum oOpa3zoM, uccienoBaHue GyHKIIUOHATLHON
poxu renoB Wolbachia Bo B3anmooTHOIIEHNY ¢ X03s51eBaMH TaéT BO3MOXXHOCTh YUEHBIM
MaHUTYJIMPOBaTh TE€HOMOM OakTepuu Juisi OoJjiee JACTAIbHOTO TIOHWMAHUS POJH

sHpocumOunonTa B 3Bororuu (Iturbe-Ormaetxe, O’Neill, 2007).

1.2.4.1. PenpoaykTuBHble Moaudukamumu, Bbi3biBaeMble \Wolbachia B opranmsme
X035IMHA

bakrepun Wolbachia BctpeuyaroTcsi y MHOTMX JKMBOTHBIX. Ha ceromHsiHMiA 1eHb
U3BECTHO YETHIPE PEIPOAYKTHBHBIC MOJU(PUKAINN, MPOUCXOMISIINE IO BIUSHUEM
OakTepuid, KOTOpblE NPUBOJAT K YCHEIIHOMY Pa3MHOXKEHUI0O U PaCHpPOCTPAHECHUIO
sHAOCUMONOHTa. K HUM OTHOCATCS: UUTOIUIa3Marthueckas HecoBMectumocTh (I[H),

napTeHoreHes, PeMUHU3aIus, aHAPOIIH/I.

L{umonnazmamuueckas HecO8MeCmMUMOCb

BeseiBaemas Wolbachia IIH sBasiercss penpoaykTuBHOW MoaupuKanuen, mpu
KOTOPO# MOTOMKHU OT HH(PHUIIUPOBAHHBIX CAMIIOB U HEHMH(PHUIIUPOBAHHBIX CAMOK SIBIISIOTCS
HexxnsHecrocoousiMu (Telschow et al., 2007). LluroriasMaTnyeckoli OHa Ha3bIBACTCS

IIOTOMY, YTO IEpeNaéTcsl MOTOMKaM OT CaMKHU 4yepe3 HuTomiasmy sina. CymecTByeT ABe
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ocHoBHBIX ¢opmbl I[[H (Puc. 3). B 0mHOCTOpOHHEH IUTOIIA3MATHYECKON
HECOBMECTUMOCTH  ydacTByeT Toibko oxmH 1mramm \Wolbachia. Ecmu  camen,
WHQUIMPOBAHHBIN OakTepueH, crapuBaeTcsi ¢ HEMH(PHUIIMPOBAHHON CaMKOH, BEDKHBACT
HEOOJBIIOE 10 CPABHEHUIO C OCTATBHBIMH BO3MOXKHBIMH CKPCUIMBAHUSMH YHUCIIO
MOTOMKOB. JTO  OOYyCJIOBIICHO  HECOBMECTHUMOCTBIO  MEXKAY  SIMIICKICTKOH U
cnepmaTo3ouioM. JIBycroponnss [IH Bei3siBaeTcs qeyms mrammamu Wolbachia u moxer
NPOSIBJISITECS, KOTJIa CHApUBAIOIIUECS TapTHEPHI 3apaKeHbl pa3HBIMU IITAMMaMHU

oakrepuii (Telschow et al., 2007).

@

@+ |G+
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Puc. 3. Cxemarndeckoe n3o0paxeHue oJHOCTOpoHHeH u 1BycToponHer [{H. Ocobn,

uHuupoBanHbie pasHbiMu Imtammamu \Wolbachia, o6o3nauensr kak W1 u W2,
HenH(UIMpOBaHHBIE 0003HAUYEHBI Kak (J; OoJjiee BBICOKHHA YpOBEHb 3MOpPHOHATLHOMN

cMepTHOCTH 00o03HadeH kak T (u3 Charlat, 2001).

[IH oOHapyxeHa B TpeX KPYIMHBIX TAKCOHOMHUYECKUX TpYIIaxX YICHUCTOHOTHX.
Cpenn HaceKOMBIX 3Ta MonaudHKalMs HW3BeCTHa B OTpsgax Diptera, Lepidoptera,
Coleoptera, Homoptera, Hemiptera, Orthtoptera; cpenu pakoobpasusix B otpsne [sopoda
(Rousset et al., 1992); cpenu maykoobpasubix B oTpsiae Acari (Breeuwer, 1997). Kak yxe

ynomuHazocs Baiie, Men u Bap (Yen, Barr, 1971) snepsbie caszamu LH ¢ GakTepuanbHOi
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uHdeknueit. bakrepun Wolbachia 6pun 0oOHapyKeHBI B HUTOIUIa3Me KIETOK PaHHUX
ambpuonoB C. pipiens. s goka3aTenbcTBa UX POJIU B SIBICHHH HeCOBMeCcTUMOCTH bap ¢
COTPYAHHMKAMH MPOBEIU dIUMHHALINI0 OakTepuii Terparmkiauaom (Portaro, Barr, 1975).
HcuesnoBeHue OakTepuii n3 KIETOK HACEKOMBIX, MOATBEPKACHHOE METOI0M JIEKTPOHHOMN
MUKPOCKOTIMH, TPUBOAMIO K TOMY, YTO CaMIlbl O0OpaOOTaHHON JMHHHM CTaHOBHIUCH
COBMECTUMBIMU C CaMKaMH JIO00TO MPOMCXOXKIEHUS, a HEMHPUIMPOBAHHBIE CAMKHU
JaBaJid  TIOTOMCTBO TOJIbKO TIpM  CKPCUIMBAaHWMM C TaKUMH K€  CaMIlaMH.
HeuHumpoBaHHBIC CAaMKH MOCIIE CKPEIIMBAHMS C 3apaKCHHBIMH CaMIIAMH OCTaBAJIUCh
CTEPUIIBHBIMH.

[{uTomornueckuii MEXaHU3M HecoBMecTUMOCTH u3ydaics y C. pipiens, D. simulans
u Nasonia vitripennis. ¥V D. simulans u N. vitripennis Obuii BBISBICHBI pa3indus B
MOBEJICHUM XPOMOCOM B TICPBOM MHTOTHYECKOM JCICHHUM WHQUIMPOBAHHBIX U
HenH(pUIMpoBaHHBIX ocobeit (Lassy, Karr., 1996). B wopme y D. simulans mocne
NPOHUKHOBEHHUSI CIICPMUSI B SIMIIO MPOUCXOIUT JACKOHICHCAIUS XpOMAaTHHA CIICPMHS U
3aMEIICHUE CIIEPMUOCTICIU(DUIHBIX TUCTOHOTIOAO0HBIX OCIKOB Ha THUCTOHBI SHIICKIICTKH,
a 3aTeM - peruTMKalus XPOMOCOM W KOHACHCAIlMs XPOMaTHHA, MPHYEM KOHACHCAIUS
MaTEPUHCKOTO0 XpOMAaTHHA HAYWHACTCS HEMHOTO PAHBIIC, YeM XPOMATHHA OTI[OBCKOTO
(Lassy et al., 1996). Ilociae koHAEHCAIMM XPOMOCOMBI cOOMparTcs B MeTadasHOM
TUTACTUHKE BEpETEHA JICICHUS Y MIPUKPEIUISIOTCS K HUTSIM BEPETeHA, HO HE CMEIINBAIOTCS
B OKBAaTOPHAJIbHOW IIJIOCKOCTH, a OJHOBPEMEHHO BCTyHarOT B aHadaldy Kak JBa
HE3aBUCUMBIX HA0Opa, CMEIIUBAIOIIMECS YK€ BO BpeMs Tenodasbl. B HecoBMeCTUMBIX
CKPEIIMBAaHUSIX BO BpEMs MEPBOTO MUTO3a OTIIOBCKHE XPOMOCOMBI HE KOHJICHCHPYIOTCS,
ocTaBasich OechopmeHHON auddy3HONU Maccoil, W JieKaT B CTOpOHE OT MeTada3HOM

IUIACTHHKHU, B TO BpeMsi KaKk MaTepHHCKHe BCTymnaroT B aHadaszy (Callaini et al., 1997).
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Hapymienne koHaeHCcaMy XpoMaThHa B TIEPBOM MUTOTHYECKOM JIEJICHUU MPOUCXOANT H
y N. vitripennis (Reed et al., 1995). Hcnonp3oBaHHe TE€HETHUYECKUX MapKEpOB B
AKCMIEPUMEHTAIIBHBIX ~ CKPEHIMBAHUSX  IOKAa3aJl0, YTO BIOCJIEACTBHUH  OTIIOBCKHE
XPOMOCOMBI IIMMHHUPYIOTCS W3 oruiogoTBopeHHbIX sui (Richardson et al., 2004). B
PEeIKMX ClydasX TeHbl camila Bce ke mepemarorcs moromctBy (Ryan et al., 1985). Ilo
MHEHUIO aBTOpPOB, 3Ta peElKas IepeAada MPOUCXOIUT, BEPOSTHO, IOTOMY, YTO
XpPOMOCOMHBIE (PparMEHThl MOTYT CIy4alHBIM 0Opa3oM CBSI3BIBATHCA C ABMXKYIIUMUCS
XpOMOCOMaMU CaMKH B JIEJISIIIIEMCS JIpe.

Monekynsapabiii Mexanu3m B3aumoeicteus Wolbachia ¢ xpomocomamu xo3siHa
MOKa He BBIICHEH. B 3penoii criepme Oaktepuu He HaiaeHsl (Jyaxkuna u ap., 2004),
MO3TOMY 3HJAOCUMOMOHTHI JOKHBI KaKUM-TO 00Opa3oM JEHCTBOBATH HAa CO3PEBAIOIIYIO
crepMy, KOTOpas 3aTeM TomajgeT B SHI0 BO BpeMs OIIoA0TBOpeHus. [lomoOHbIi
"MMIIPUHTHHT" CIIEPMBI BO3MOKEH WJIH 3a CUET NPUCOCOUHEHNs K HEW CEKPETHPYEMBIX
Wolbachia nponykToB, koTOpBIe TPUBOAAT K HAPYIICHUIO KOHICHCAIIMH XPOMAaTHHA, WA
&Ke 3a cueT Moaudukanuu, MO0 yCTpaHEHHS HOPMANBHBIX COCTABISIONIMX CIIEPMBI B
npoiiecce cozpeBanus (['opsiueBa, 2004). MutieHso a1 6aKTepUu MOTYT CIY>KUTh OCJIKH,
Homnajamliie B 3UTOTY M3 CIEpMaTo3ouja. ITO, MPEXJe BCEro, OEIKH OTIOBCKOU
LHEHTPUOJIM, KOTOpas, CIMBAsICh C MaTEpPUHCKOW IEHTPUONIbIO, (OPMUPYET LEHTP
o0Opa3oBaHusi MHKPOTpPYyOOUeK 3UroThl. MUKpPOTpYOOUKH (QOPMUPYIOT BIOCIEIACTBUU
BEPETEHO JENICHUs, TPaBUIbHOE U TOYHOE (DYHKIIMOHUPOBAHHUE KOTOPOTO 00ECreYrBacT
cerperamnmio XxpoMocoM B MuTo3e. [IoMUMO OTLIOBCKOW LIEHTPUOJM, B 3UTOTY Y MHOTHUX
BuyioB Drosophila momamaer »kryTuk crmepmaro3ouia, KOTOPBIM, MO MHEHHIO psiaa

ABTOPOB, TAKXKC MOXKCT OKa3bIBaTh BJIMAHHWC HAa PAHHEC PA3BHUTHC 3M6pI/IOHa (Fopﬂqua,

2004).
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Ilapmenocenes

Wolbachia Be13biBacT mapreHoreHe3 B OCHOBHOM Y )KMBOTHBIX OoTpsiia Hymenoptera,
tpuricoB (Thysanoptera), kinemeii (Acari: Tetranychidae) u xommem6ox (Charlat et al.,
2003). DOTa penpoAyKTHBHAas MOJU(PUKALMS MPOSIBISIETCS Yy MKUBOTHBIX, HMMEIOIIUX
TarIoUILIONTHOE OMpPE/CIICHUE TI0jIa: CaMIlbl — TaIlUIOWIHbBI, 2 CAMKH — JTUTUIOH]IHBIL.
OcHoBHOe jeciicTBUE OakTepui 3aKIIOYAeTCsA B JAMILIOWIU3AIMH TaIJIOUIHBIX SHUI], U3
KOTOPBIX Pa3BHBAIOTCS TUILUIOMIHBIC CAMKH. DTO TPOSIBISCTCSA OJiarojaps pa3iudHbIM
(dbopmam 00pa30BaHuUs TUILIOUIHBIX TAMET, B PE3yJIbTaTe KOTOPOH MOSBIISETCS TOTHOCTHIO
roMo3uroTHoe moromctBo (Suomalainen et al., 1987). ¥ BumoB poma Trichogramma
TUTUTOMTA3AITUS POUCXONT B PE3yJIbTaTe OCTAHOBKH IMIEPBOTO JCIICHUS MeH03a BO BPeMsI
aHadas3el. Y mapasuTuueckoro HaesgHuka (Muscidifurax uniraptor) u posaHHOM
opexotBopku (Diplolepis rosae) mepBoe jaeieHne Meio3a MPOUCXOAUT HOPMAIBHO, C
00pa3zoBaHMEM JBYX JIOUCPHHUX TaIIOWIHBIX KIETOK. [locie permmkalyu reHeTHIecKoro
MaTepualia JIBe TUIUIONIHbIC KIIETKU CIIMBAIOTCS, U (OPMHUPYETCS TETPAIUIOUIHBIN HA0Op
XpoMocoM. Bo BTopoii nipodaze MUTO3a IPOUCXOIUT JICICHHUE Apa, KOTOPOE MPUBOJIUT K
o0pa3oBaHuIO ABYX AUILIONAHBIX KieTok (Gottlieb et al., 2002).

[TokazaHO, 4YTO y HEUH(UIIMPOBAHHBIX MAPA3ZUTUYCCKUX HAC3THUKOB T. Cacoeciae
HOMYJISIIIASL COCTOUT TOJIBKO M3 CAMOK, pa3MHOXKAFOIIUXCs napreHorenerrnuecku (Vavre et
al., 2004). B mporecce Meiio3a MPOUCXOAUT TOJNBKO OJHO JCICHHE W B SHUICKICTKE
octaércsi JUIUIOWIHBI HA0Op XPOMOCOM. OTO MO3BOJIO MPEANOJIOKUTh, YTO

MCXAaHU3MBbI C€CTCCTBCHHOI'O M BbI3BIBACMOI'O 6aKTCpI/I5{MI/I MapTCHOrC¢HE3a pas3jINIHbI

(Vavre et al., 2004).

Demunuzayus

Gemuamupyronmii cumOouonT Wolbachia Haiinen y Ha3zeMHBIX pPakooOpa3HBIX
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otpsia Isopoda u HacekoMbix oTpsina Lepidoptera (Stothammer et al., 1999). Bnepsbie 3Ta
penpoAyKTHBHas Moau(UKanus ObUla ONKCaHA B CEPUM PabOT (PPaHIYy3CKUX YUYEHBIX
(Legrand, Juchault, 1986; Rigaud, 1991), koTopsle MOKa3ajid, YTO SHIOCHMOHOHTEHI
BO3/JICHCTBYIOT Ha CHUCTEMY BbIPaOOTKH aHAPOTE€HHOro ropmoHa. [Ipu oTcyrcTBHM 3TOTO
rOpPMOHA U3 SMOpPHUOHA pa3BUBAETCS CaMKa, IIPHU €ro HAJIMYUU - camell. Y 3apojibliien
MOKpHIl Myxckoro mona Oakrtepun Wolbachia momaBnsror pasBuTHE aHIPOTEHHOI
JKeJe3bl, BbhIpabaThiBaroliell AaHHbI ropMoH. Eciaum 3apa3uTh 3HAOCHUMOMOHTOM Ooiee
B3pPOCJIOTO CaMIla MOKPHIIbI, Y KOTOPOTO YK€ UMEETCsl aHJIPOTEeHHAas ’eje3a, BCE PaBHO
MPOUCXOUT YacTU4YHasl (PEMUHU3ANMS, XOTS JNEATCIbHOCTh aHIPOTCHHOW JKEJIE3bl MPHU
3TOM npoaospkaercs. [Ipu yacTruaHo# (heMUHHU3AIHN TIOSIBIISIIOTCS. HHTEPCEKCHI - 0COOU ¢
Pa3IMYHBIMU COYCTAHUSAMHU MYXCKHX WM JKEHCKHX Npu3HaKoB. [lo-BHauMomy, B 3TOM
cryqae Wolbachia mopaBnser cmocoOHOCTh TKaHEH aJeKBAaTHO pearupoBaTh Ha
aHJIPOTEHHBINA TOPMOH.

VY nacekombix (Mosib Ostrinia furnacalis, Ostrinia scapulalis u 6abouka Eurema
hecabe) nmerepmuHanUs ©, COOTBETCTBEHHO, MEXaHHM3M JUPQPEpEHIUAIMH T0Ja
NPUHIMIHAIBHO OTJIMYAETCS OT TAKOBOTO y PaKooOpa3HbIX, MPEXkIE BCEro MOTOMY, YTO
o1 y Hux auddepeHnupyeTcs Ha SMOPHOHAIBHOM CTAUU M Pa3BUTHE MPHU3HAKOB I0OJIa
HE CBS3aHO C IIOJIOBBIMH TOPMOHAaMH, JICHCTBYIOIIMMH Ha TMO3JHUX CTaIUAX
npeuMaruHaiabHoro passutus (Kageyama et al., 2002). ¥V O. furnacalis Wolbachia
OKa3bIBAET JIECTBHE Ha AMOPUOHBI, MOCKOJBbKY IMOJ 0a00YKM JETEPMUHHUPYETCS Ha
AMOpPUOHAIBHON CTaIuK pa3BUTHS. BhlJICUeHHbBIE TETPAITUKIMHOM JIMYMHKN PA3BUBAIOTCS
B camoK (I'opsueBa, 2004). 13 3TOro BUaHO, YTO BO3/ICHCTBUE SHIOCUMOMOHTA HA XO3sIMHA
MOXXET HWMETh KOMIUICKCHBIM XapakTep. PasHble MEXaHHW3MbI BO3JICHCTBUS MOTYT

nyOIMpoBaTh U "MOJCTPaxOBBIBATh" APYT ApyTra.
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AHnopoyuo

AnaponuaoM, ik 6eccamIioBOCThIO (B aHIIMKCKO#M TpaHckpumiuu - male-Killing
Wi yOWIICTBO CaMIIOB) HAa3bIBAIOT PENPOAYKTHUBHYIO MOJIU(MUKAINIO, BBI3BAHHYIO
[IUTOIIA3MATUYECKUMH OaKTEPUSAMHU, KOTOpas TPOSBIsETCS B AuQPEpeHIHATEHON
CMEPTHOCTHU 0co0elt Myxxckoro noina. [Ipu 3Tom B3pociioe TOTOMCTBO HHMDUIIUPOBAHHBIX
CaMOK YMEHBIIAETCS BJBOE IO CPABHEHUIO C YHUCJIOM OTJIOXKEHHBIX SIUIl U COCTOUT
MOJIHOCTBIO UJTU MTPEUMYIIIECTBEHHO U3 0CO0EH HKEHCKOTO 1014, TOCKOJIBKY CaMIIbl THOHYT
Ha TOM WJIM MHOW CTaIuu NMpeuMaruHaabHoro passutus (I'opsuesa, 2004).

AHgpouu ObLT MEpPBBIM ONHUCAHHBIM Yy JKUBOTHBIX "HEOOBIYHBIM" 3(ddexTom,
BO3HUKAIOIIMM 0] BIUSHUEM IHMTOIUIa3MaTH4YeCKuX cumOuoHToB. Jlyc (Lus, 1947)
BIICPBBIC OTMETHJI OTCYTCTBHE CAaMIIOB B JICHHHTPAJICKOW TMOMYJSAIUN JABYTOUYCUHON
ooxbeii kopoBku Adalia bipunctata L. (Insecta: Coleoptera: Coccinellidae). On mokasan
HacJeOBaHUE OTOM OCOOCHHOCTH CTPOrO IO MATEPUHCKON JIMHWUU, HO JOMYyCKas
BO3MOXXHOCTH €€ JIeTepMUHAIIUU SACPHBIMU TeHaMu. BbIBo 0 GakTepuanbHOil mpupoie
OeccaMIIOBOCTH OBUI CHACIIaH aHTJIMUCKUMH HccieaoBarelsMu B 1992 1. mocne cepumn
OKCIIEPUMEHTOB 110 BOCCTAHOBJIICHHIO HOPMAJIBHOW PENPOAYKIHH TIOJ BIUSHUEM
antuOomotukoB (Hurst et al., 1992). B nocnenyromiee aecsatuierne B AHIIHH OBbLIH
napauieIbHO BBITIOJTHEHBI KOMIUICKCHBIC paboTHI 1o UACHTH(PUKAITTU
IUTOIUIa3MaTHYeCKuX cUMOMOHTOB A. bipunctata, B Xxoae KOTOpBIX OBLJIO MOKa3aHO, YTO
NBYTOYEYHAss OO0bs KOpPOBKAa HMHOPUUMPOBAHA TPeMsl pa3IUYHBIMU OaKTEpUSIMH -
Rickettsia, Spiroplasma u Wolbachia, mmeronmmvu omuHakoBsiii penorunmaeckuii 3hdext
(Werren et al., 1994).

[Tomumo A. bipunctata 6eccaMIioOBOCTb, BO3HHKAIOIIAs IO BIMSHHEM OaKTepHid

Wolbachia, onucana Toyibko y AByX OIU3KOPOJICTBEHHBIX BHIOB TPOINHUYECKHX 0a004YeK
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pona Acraea - Acraea encedon u ACraea encedana (Jiggins, et al., 1998), necmotps Ha TO,
YTO SIBJICHUE IUTOIJIA3MAaTHYECKON OeccaMIlOBOCTH M3BECTHO ceiuac moutu y 20 BUIOB
HAaCEKOMBIX W Kiemeld (y HuUX 0eccaMIlOBOCTh OOYCIIOBJICHAa MPHUCYTCTBHEM JPYTHX
OaxTepuit).

WutepecHo, uro y D. bifasciata Obuto BbIsIBIeHO paznuyHoe (HEHOTHIIMYECKOE
nposisiienne npucyrcrBus Wolbachia B 3aBucumoctu ot creneHn MHPUIIMPOBAHHOCTH
HacekoMbIX. [lociie yacTuuHOM AMUMHUHAIIMKA OaKTepUl MOBBIMIEHHONW TEMIIEpaTypou y
MyX B TMOTOMCTBE Pa3BHBAJKCh 3apakéHHbIC CaMKM M camiibl, Torma kak Wolbachia c

HCXOJIHOM IJIOTHOCTBIO pacipeieicHus Bbi3biBaau anaporua (Hurst et al., 1999).

1.2.4.2. Boussaue Wolbachia Ha su3HecrnocoOHOCTh X03IMHA

Bausinue Wolbachia na npooonsrcumenvnocmeo srcuznu

I[DK B3pocioil Myxu ¢ MOMeHTa €€ BBUIYIUIEHUS U3 KYKOJKU B J1a0OpaTOPHBIX
YCIOBHUSIX COCTaBisieT 1-2 MecdAna W B 3HAYUTEIIBHOM MeEpE 3aBHCUT OT YCIOBUU
colepkaHusi (TeMIiepaTyphl, BIAXHOCTU, UM, IJIOTHOCTH HACEJICHMS, HaIU4Ms B
nuTateabHol cpene Oakrepuit) (Menseaes, 1966). Y myTtanTHBIX (OPM BEDKHBAEMOCTH B
OOJIBIIIMHCTBE CIy4yaeB MOHMKEHA M0 CPABHEHMIO C AUKUM THIIOM. OHAKO BCTPEYaIOTCS
MYyTaHTHBIE JIMHMA C TIOBBIIIEHHOW 10 CPaBHEHHWIO C HOPMAJIbHBIMU MyXaMu
XKHU3HecmocoOHOCThIO. [loka3aHo, YTO 3HIOCUMOMOTHYECKHE OaKTepUU OKa3bIBAIOT Kak
MOJIOKUTENbHOE, TaKk U oTpuliaTenbHoe aericteue Ha DK u BeokuBaemocts Drosophila
(Fry et al., 2004; Baiicman u zip., 2009). [Iutanue u okpyskaromias cpeja B TCUCHUE BCCH
KM3HH HACEKOMOTO 3HAYUTEIhHO BIUSIOT Ha momyisinuio Oakrepuit (Broderick et al.,
2004). bbuto  yCTaHOBIEHO, 4YTO pa3HooOpa3ue OakTepuil, HaWJICHHBIX B
MUINEBAPUTEILHOM TpakTe JIMYMHOK Oabouek Lymantria dispar, HaxomuTcst B TeCHOU

3aBHCHMOCTH OT KOpMa, Ha KOTOpOM cojepskatcs Hacekomblie (Broderick et al., 2004).
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WutepecHo, uro y HekoTopbix qunuii D. melanogaster (Canton S u w1118) npucyrctBue
YHIOCUMOMOHTA BO B3POCIIOM OpPTraHU3Me YBEIMUMNBACT €ro MprucrnocobaeHHocTs Ha 30-35
% B TeueHue MEepBOIl HeAeNu pPa3BUTHUA, a B MOCIEAHUE THU KU3HH MUMAro BBISBISETCS
HeOoIbIIoN oTpulaTeabHbIl 3 dekt 6akrepun Ha [12K, 1 mpoucxoaut maccoBasi rudesb
xo3suHa (Brummel et al., 2004). M3sMeHeHMsSI HMMYHHOM CHCTEMBI MOT'YT CITOCOOCTBOBATH
yBenuyenuto [DK, 3ammmas xo3smHa oT wuHpexuuu. BuIsBIEHO CyIIECTBOBaHUE
3aBUCHMOCTH MEX/y BO3PACTOM MYXH U IKCIIPeCCHel reHoB MMMYHHOro otBeta (DeVeale
et al., 2004). Crapsie ocobu Goiiee MOABEPKEHBI HHPEKIUU U TO3BOJISIOT MaTOr€HHBIM
OakTepusiM cBoOOAHO pasmHOkaThes (Garsin et al., 2003). 'enoTun X03sMHA TaKKe
urpaet OOJIBIIYIO POJIb B KU3HECTIOCOOHOCTH opranusma (Baiicman u ap., 2009). Takum
o0pa3oM, CyIIEeCTBYeT KaK HEraTMBHOE, TaKk W mo3uThBHOe BiusHue Wolbachia na
opranusM xossuHa. OTHUM W3 TpUMEpOB sBsercs mramMm WMelPop, koroperid mpu
NIOHW)KEHHON WM TIOBBIIICHHON TeMIleparypax MO-pasHOMY BozieicTByer Ha myx (Min,

Benzer, 1997; Baiicman u ap., 2009).

Bausinue Wolbachia na ummynumem xoszsuna

Wolbachia o0napyxuBaroTcst B reMouM(e HACEKOMBIX, TIOITOMY CUHTACTCS, YTO
OHU MOTYT HEMOCPEJCTBEHHO B3aUMOJICHCTBOBATh C MOJCKYJIAMH, CEKPETUPYEMBIMH B
pe3yabTaTe ryMOpajibHOTO MMMYHHOTO OTBeTa X03suHa (Dobson et al., 1999; Haselkorn,
2010). ITokazano, uro npucyrcrue Wolbachia B opranuzme myx Drosophila simulans u
xomapoB Aedes albopictus He mpuBOAMT K akTHBAIMKM MPOTHBOMHKPOOHBIX IMEMTHIOB
(AMP um antimicrobial peptides) xo3smna (Bourtzis et al., 2000). OgHako B ceMEHHHUKAX
mmunHOK  Drosophila  melanogaster, wWHQUIHPOBaHHBIX HEMATOTCHHBIM MITAMMOM
Wolbachia wMel, oOnapyxeHO TMOBBIIIICHUE AKTHBHOCTH TE€HOB TyMOPAIbHOTO |

KJICTOYHOTO MIMMYHHOTO OTBeTa, BKirouas 2 rena AMP (Drosomycin u Lysozyme) (Zheng
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et al, 2011). B mnporuBOmoJOXKHOCT, 3TOMY, y KomapoB Anopheles gambia,
uauupoBanabix Wolbachia mramma WAIDB 1 WRI, BBISIBIIEHO CHIKEHHE aKTUBHOCTH
75 % reHoB, BOBJICYEHHBIX B UMMYHHBIH oTBeT (Hughes et al., 2011). Takum oGpazom,
xapakrep B3aumoaerictBus Wolbachia ¢ uMMyHHON CHCTEMO# X03sIMHA CHIIBHO 3aBHCHT
OT BHJIa HACEKOMOT'O U ITaMMa O6aktepun. IHTepecHo, uTo y mapasutuueckux oc Asobara
tabida perynsnus reHoB IMMYHHOTO OTBeTa IprpoaHbiMu mTammamu Wolbachia wAtabl,
wAtab2 u wAtab3 seisiercs Tkane- u moa-crnenuduunoi (Kremer et al., 2012).
[Tokazano, uro Wolbachia moryr 3ammmars OpraHu3M XO3SHHA OT JAPYTHX
OaktepuanbHblx HHPeKMH. Hampumep, y komapoB Aedes aegypti, HCKYCCTBEHHO
3apaxEénnpix Wolbachia mramma WMelPop, BbisiBiIeHa MOBBINICHHAS YCTOMYHMBOCTH K
WH(EKIUU TpaMoTpuIaTeIbHbIMU OakTepusimu Erwinia carotovora (Kambris et al., 2009).
Opnnako, B IpupoaHbIX nomyJsiusx Drosophila, nadumpoanasix Wolbachia, Bimusaus
Ha MHQEKIHI0 Ipyrux Oaktepuii oOHapyxkeHo He Obuto (Wong et al., 2011). MoxHo
HPENOIOKUTD, YTO ECTECTBEHHAS U HICKYCCTBEHHO BHeApEHHAs nHbekiwst Wolbachia mo-
pa3HOMY peryaupyeT UMMYHHBIH OTBET y pa3inuHbix xo3seB (Eleftherianos et al., 2013).
[TomMumo ycuiieHHs TIPOTUBOJICiCTBUs OakTepuanbHbiM uHpekusam, Wolbachia moxer
YBEIMYUBATh YCTOMYMBOCTh K 3apakeHHI0 BUpycamu. [lokazaHo, 4TO B TpHpoOJe
D. melanogaster, unpurnmposanusie Wolbachia mramma wMelPop u wMelCS, nosnbiie
KUBYT, Jiydiie crpasisisich ¢ nHpeknueir PHK Bupycamu DCV (Drosophila C Virus) u
FHV (Flock House Virus), yem neundwuiupoBanusie myxu (Hedges et al., 2008).
YcTaHOBIICHO TakXKe, 4TO 3apaxkeHne komapa A. aegypti 6akrepusmu Wolbachia mramma
wMelPop-CLA npuBoauT K CHHXXEHHUIO CIIOCOOHOCTH BUpyca JleHre m UUKyHT'YHBH
co3/aBaTh YCTOHYMBYIO TOMYJSIIIMIO B TKaHSIX Komapa. HemaBHHMe wuccieqoBaHUs

npoaeMoHcTpupoBain ydactue Wolbachia B 3ammre opranwsma Xxo3siMHa OT aTak
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napasutndecknx oc. Tak y D. simulans u D. melanogaster undexuus Wolbachia mramma
WRi 1 wMel, cootBeTcTBEeHHO, CHIXKAET 3()()EKTUBHOCTD PA3BUTHSI SUI] TAPA3UTHICCKON
ochl BHYTpH Tena xo3suna (Martinez et al., 2012).

Takum oOpasom, B3aumojeiictue Wolbachia ¢ uMMyHHO#R cucTeMOl X03siMHA
SBIIIETCSA CIIO)KHBIM TPOIIECCOM M TpeOyeT BCECTOPOHHETO aHaju3a peakinu 000X
napTHEPOB CUMOMOTHYECKOMN accoruanuu. [locneanue oTKpbITUS, ClIETaHHbIE B JaHHOM
cdepe, OTKPBIBAIOT TeEpell YUYEHBIMU IIMPOKUN CHEKTP BOMPOCOB M OyAyIIMX 3ajaad,
(bHHATBHOM 1IEJIbI0 KOTOPBIX SABJSIETCS MPaBUIIbHOE UCTIONb30BaHue OakTepuit Wolbachia
B KayecTBe OE3BPENHOrO AJisi OKpYyXarouieil cpeabl OMOIOTrHYECKOro OpYXKHUS MPOTHB

ICPCHOCUYUKOB PA3JIUYHBIX 3a00JIcBaHMM YeI0BEKA U Bpe,Z[HTeHeﬁ CEJIbCKOI'0 XO3SMCTBA.

1.2.4.3. Bausinne 6axrepuii Wolbachia mramma wMelPop na mpomoskuTebHOCTD
skm3uu D. melanogaster

bakrepun Wolbachia mramma wMelPop Obutn citydaitHo OOHApYKCHBI B JIMHUH
D. melanogaster w1118 npu noucke MyTaluii, BIUSIOMNX Ha HepBHYIO cuctemy (Min,
Benzer, 1997). OTta nuHus Myx XxapakTepu30Balach TE€M, YTO HEWpOJEeTreHEepaTHUBHbIC
MpoIIeCChl MPUBOJUIN K paHHEW rubenu Hacekomoro. [Ipum HOpManbHOM Temmepatype
(25 °C) Mmyxu norubanu B TCUEHHE MECAIIa, a IIPH MOBBIIIEHHOM TeMmepaType (29 °C) —3a
ONHY-ZIBE€ Henenw. | eHeTWYeCKW aHaau3 BBISBAI IMTOIUIA3MAaTHYECKYIO TMPHUPOIY
dakTtopa panHed rTHOenn. B ymHuM Obima oOHapyxkena Oaktepus Wolbachia,
nponrdepanus KOTOPOi BBI3bIBaJIa pa3pyIICHHE KIETOK MO3Ta, YTO MPUBOANIIO K PaHHEH
rubenn Myx. DTOT CUMOMOHT ObUI Takke OOHApYXEH B AUYHHMKAX, CETYATKE M MBIIIIAX
D. melanogaster. Ha ocHoBe Takoro (QEHOTHIIMYECKOTO ICHCTBHS U 3JICKTPOHHO-
MHKpPOCKOITMYECKOTO aHajlu3a IITaMM Moiydwin Ha3Banue «WMelPopy», ot criosa

«pOopCorny», 3a CXOACTBO YIbTPACTPYKTYPHOW KapTHHBI Hposudepanuu OakTepuu ¢
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JIOTIAIONIMMHUCS 3EpHAMU KYKYpYy3bl. CIIYCTSI HECKOJIBKO JICT HCCIICI0OBATEIIN [TOKA3aJIH, UYTO
neicTBre OakTepuit aToro mramma suMuHupyetcs mpu 19 °C (Reynolds et al., 2003).
[Ipennonarator, 4TO pa3MHOKEHUE OakTepwid WIET CIWIIKOM MEJJICHHO TP TaKOH
TEeMIIepaType U JICTAIbHOTO YPOBHS pa3BuTHs nHpekuu He gocturaetcs (Reynolds et al.,
2003). ITpu 29 °C mpoucxoaut cokpamienue IDK B pesynapTaTe pe3koro yBETHYCHHS
wiotHocTr Wolbachia B kietkax mosra (Min, Benzer, 1997). Biusuue 6akrepun Ha [10K
HAaCEKOMOTO MOJKET CIOCOOCTBOBaTh pa3pabOTKE METONOB OOpPHOBI C BPEAUTEISIMHU
CEIIbCKOTO XO3SMCTBAa, XOTS WCIIOJNIB30BAHWE JSTUX METOAOB OyIeT 3aBHCETh OT

KIMMAaTHYECKUX YCIIOBUM, B KOTOPBIX pa3MHOkaroTcst HacekoMbie (Reynolds et al., 2003).

1.3. Drosophila — ynooHbIii 00beKT 10151 HccaenoBanus Bzaumoaeiicreus Wolbachia

C OPpraHu3MoM xXo3siMHa

Brnepseie miogoByro Mymky Drosophila melanogaster B kadectBe oObekrta
TCHETUYCCKHX HCCieoBaHmit uctonb3oBai T. Mopran (OKumynés, 2003). Vike Bo BTOpoi
nojnoBuHe XX BEKa OHA CTaja OJHMM W3 OCHOBHBIX MOJEJIBHBIX OpraHu3MoB. Ha
CEerOJHAIIHUM JICHh OYEHb XOPOIIO U3y4YeHa TeHeTHYeCKass U  CTPYKTYypHO-
¢dyHKIMOHANBHAs opranu3anus apo3odpwmibl (Roberts, 1998). [Tomumo 3TorO, TUIOKOBAsS
MYIIIKa OYeHb yJI00HA IS Pa3IMYHBIX HAYYHBIX UCCIEIOBAHUMN, TOTOMY YTO OHA MPOCTa
B COJICP)KaHHUM B JIA0OPATOPHBIX YCIOBUSAX M MMEET KOPOTKHUM JKU3HEHHBIM IHKI, YTO
CIOCOOCTBYET MPOBEICHUIO ACTAIBHBIX UCCIEAOBAaHUN HA BCEX YPOBHIX PAa3BUTHA.

Kak yxe ynomunanocs Beiie, Wolbachia sisisirorest sxmocumouontamu Drosophila.
AHnanuz MOphOJIOTHYECKUX 0COOEHHOCTEHN Kak OaKTepuH, TaK U XO35IMHA OYEHb BaXKEH JIJIs
MMOHUMaHUSI OTHOIIEHUN B CUCTEME dHIOCUMOUOHT-X03sIMH. Tak, HanpuMmep, UHTEPECHbIE
JaHHBIC OBUIM TMOJIYYCHBI MPU UCCIICOBAaHUU CTPYKTYPHOW OpraHU3allid M TOBEICHUS

Wolbachia B smunmkax um panHux sMmOpuonax D. melanogaster ¢ ucnosb3oBannem
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METOJIOB JJIEKTPOHHOW MUKPOCKONHH. BriepBbie ¢ BBICOKUM pa3pemeHueM ObLIo
MPOJIEMOHCTPUPOBAHO, YTO OakTepuu MOTYT (POPMHUPOBATH BAaKyOJIM CEKPETOPHOTO THUIA
U TECHO KOHTaKTHpOBaTh ¢ MeMOpanamu miepoxoBaroro OIIP u muTOXOHIpUSIMU
(Boponun u ap., 2009). beuta takke mokasana crocodHocts Wolbachia oo6pa3zoBsiBaTh
cropo-moao0HbIe CTpYKTYphl (Aynkuna u ap., 2004). IloatoMy wucmonb3oBaHUE IS
UCCIICZI0BaHUI XOPOIIIo U3yueHHOM renetudecku D. melanogaster oueHb nmepCcrnekTHBHO U
ymoono. Panee ymomsuyteie Wolbachia mramva WMelPop sBisitoTcss yHHUKATBHBIMH,
MOCKOJIbKY, TOMUMO PETPOAYKTUBHBIX OPTaHOB, OHU BCTPEYAETCS B CETYATKE, MBIIIIAX U
kiaeTkax mo3ra D. melanogaster. Tak kak omHO# W3 1eei TaHHOW AUIUIOMHON paOOTHI
SBIISJIOCH UCCIIEIOBAHUE YIBTPACTPYKTYPHI M JIOKATU3AIMKA OAKTEPHl 3TOTO IITaMMa B
KJIETKaX MO3ra HAaceKOMOro, ObUI0O HEOOXOAMMO U3YYUTh CTPOEHHE MO3ra

D. melanogaster.

1.3.1. Crtpoenue mo3ra Drosophila melanogaster

CTpyKTypHBIC U IOBEJCHUYECKHE CBOWCTBA HEpBHOH cuctembl Drosophila mmeror
OTIPE/ICIIEHHOE JBOJIIOIMOHHOE CXOJICTBO C IO3BOHOYHBIMHU. LleHTpaibHas HepBHas
CUCTEMa B3POCIBIX MYX COCTOUT U3 HAATIOTOYHOTO U MOATIOTOYHOT'O TAHTIINEB, KOTOPHIE
GOpPMHUPYIOT MO3T HACEKOMOT0, a TaKXe W3 CETMEHTHOTO TaHIJIHs, O0pa3yroIiero
OpromrHoi HepBHBIM cTBOJI (Reichert, Boyan, 1997). HanrmoTodnslid raHTJIMIA, 4YacTo
HA3bIBAGMBIN  «IEPETHUM MO3TOM» WM IPOCTO «MO3rom», (opmupyercs wu3
npoTolepedpyma, nerrorepedpyma u Tputoriepedpyma. [pororepedpym sBasiercs camoit
OO0JIBIIION YaCThIO KaK HAATIOTOYHOT'O TAHTJINS, TaK M BCero Mo3ra. B HEM paznuuaior 1Be
BBIp@OKEHHBIC 00JacTH HEHPONWIICH, TaKMX KaK TPUOOBHJHBIC TejJa W IEHTPAIbHBIN
KOMIUIEKC. XOpOIIIO 3aMETHBIE ONTHYECKHE JIOJNH, KOTOpPHIE TOJIY4YaloT 3PUTEITHHYIO

UH(POPMALIUIO OT CJIOXHOYCTPOEHHBIX TJla3, TakKKe CBA3aHbl C MPOTOILEPEOpPYyMOM.
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JleliToniepeOpyM 1Mo pa3MepaM MEHBIIEe HpOTolepedpyMa M COCTOUT U3 aHTCHHAIBHBIX
JoJiel 1 00JacTH CIMHHOW J1oyid. TputouepeOpyM sIBISIETCSI caMOM MaJIEHBKOW YacThbIO
HA/ITJIOTOYHOTO TaHTIus. [lOATIOTOYHBIA TaHTIMA WIH «3aJHUHA MO3T» COCTOHMT U3
OOBCIMHEHHBIX ~ MaHAMOYISAPHBIX, MAKCWISAPHBIX W JIAOMalIbHBIX HEHPOMEPOB,
CTPYKTYpHasl OpraHU3aIusi KOTOPBIX CXOJHA C HEHpoMepaMu OpIONTHOTO HEPBHOTO
crBoa. Kaxmplii IEHTp Mo3ra MyX BBINOJNHSCT JKA3HEHHO BaKHbIC (YHKIUU.
AHTCHHAIBHBIC IO TPEACTABISIIOT CO00M CceTh HEHPOHOB TIEPBOTO  IMOPSIKA
XEMOYYBCTBUTEIBLHOTO TyTH. OHU COCTOSAT M3 MHOXKECTBA TIIOMEpYn (CheprudecKux
o0pa3zoBaHMii), KOTOpHIC IPOHW3aHBI TEPMHHAISIMH OOOHSITEIBHBIX pElEenTOpoB. B
IICHTPAJILHOM  KOMIUICKCE pasuensior: ssumncouanoe teino  (ellipsoid  body),
BeepoobpaszHoe teso (fan-shaped body), Bepxuioro apky (superior arch), y3enxu (noduli)
U TnpoTouepeOpanbHblii MocT (protocerebral bridge). Bechr komiuiekc oTBeuaeT 3a
BU3YaJbHYIO NaMSTh, TICHUE U YXaXXHBAHUE, a TAK)KEC KOHTPOJUPYET MOJIET HACEKOMOTO.
CpenuHHBIN y3€]l COCTOMT M3 JIBYX OOJBIIUX IYYKOB BOCXOISIINX HEHPOHOB, KOTOPHIC
(GopMUPYIOT OOMIMPHYIO CHCTEMY TepMHUHallell. B 3TOM IEHTpe cXOaITCcsS aKCOHBI OT
pa3IMYHBIX LEHTPOB Mo3ra. ['puboBHUIHBIE Te€Na — CaMblil CJIOKHBIA U MPUBJICKAIOIINNA
BHHUMaHUE MHOTUX HCClIefoBaTenei otnen Mo3ra. OH COCTOMT W3 pa3/ieiCHHBIX HA JBE
JIOJTA CETH HEHPOHOB, KaX/1asi M3 KOTOPBIX BKIIFOUYACT B ce0sl YalIeBUIHYIO TOIOCTh (CalyX
neuropil) w Hoxky (pedunculus). I'puOoBuaHBIC TElla OTBEYAOT 3a NaAMSTh
MECTOIIOJIOKEHHS, aCCOIIMATUBHYIO, OOOHSITEIBHYIO MaMsTh, ABUTATCIbHYIO (YHKIIHIO,
COH, a TaKkKe 3a 00y4eHHEe U BHIOOP pEaKIMi OTHOCHUTEIHHO Pa3UYHBIX 0OCTOSTENbCTB.
3pHTeNbHBIC JI0JIU, COCTOSIINE U3 HECKOIBKHX OTJIEIOB, COJEPKAT MHOKECTBO aKCOHOB
HCWPOHOB M OTBEYAIOT 3a BU3yaTW3alMIO NpeaAMeToB. [loAriIoTovHas ceTh HEHPOHOB

COCTOWT U3 TPEX TAHITINEB, KAKIBIN U3 KOTOPBIX UHHEPBUPYETCS OT BCEX 4aCTEH pOTOBOU
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MIOJIOCTH, & TAKXKE CIIFOHHBIX ’KEJIE3 U HEKOTOPBIX MBIIIILI.

B TkaHsxX Mo3ra paznuyaroT HEUpPOHBI, HAXOASIIMECS B OKPYKEHUHU TIUAIbHBIX
KJIETOK, KOTOpPbIE CO3AAI0T CHELU(PHUUIECKOe MUKPOOKPYKEHHE, OOecieunBas yCiIOBUs s
reHepallid HEPBHOTO UMIYJIbCa W HEKOTOpble MeTabonuueckue mponecchl. OHu
COCTaBJISIIOT BOJIOKHMCTOE BELIECTBO HEPBHOM TKaHU (HEHpOIWib), B KOTOPOM

COCPCAO0TOYCHBI CHHAIITUICCKUC KOHTAKTBI MCKAY OTPOCTKaAMU HCﬁpOHOB.

RETTTTTN

KOMMeKc OnTuyeckas
pons

AHTEHHanbHbIE
oonun MoArnoToYHbIV raHrnun

Puc. 4. Cxema, 1eMOHCTPUPYIOIIAs PACIIONOKEHUE OCHOBHBIX LIECHTPOB B Pa3HBIX OTAENIAX

mo3ra D. melanogaster (u3 Heisenberg, 2003).

14. BuusiHue HeO0JATONPHUATHBIX (PAKTOPOB Cpeabl HA B3aMMOOTHOLIEHHE

HAOCUMOUOHTA U X03IMHA

K ocHOBHBIM HeOJIaronpuATHBIM (aKTOpaM OKpY’Kalolleld Cpelibl, BIUSIONIMM Ha
KU3ZHENEATEIBHOCTh 3HJOCUMONOHTOB, OTHOCAT CTPECCOBBIE TEMIIEPATYphl, TOJIOJAHUE,
BHCKJICTOYHBIM PH, pasnmuuHbie JOeTepreHThl, TsHkénpie Metauiel U ap. Jas E. coli

ITOKAa3aHo, 4YTO AAXKEC HeOOJIbIIINE U3MEHEHHS 3HAUCHHS pH B KMIIICYHHUKE MOT'YT HCTaTUBHO
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NOBJIHMATh Ha WX MpoiHdepanuio, B pe3ylbTare Yero MPOUCXOJHUT PE3KOe CHIDKEHHE
gucinenHoct  Oakrepuid  (Thran, 2003). beuto oOHapyXeHO, 4YTO YpPOBEHb
WHQUIIMPOBAHHOCTH XO3SIMHA HAXOIUTCS B TECHOW 3aBUCUMOCTH OT TEMIEpPaTyphl
OKpYIKAroIel cpeibl, Kak MPaBHIIO, YMEHBIIASACH IPU €€ HU3KUX 3HAYCHHSIX U BO3pacTas
npu noBbiennn TeMeparypsl (Thomas, Blanford, 2003). Tspkenbie MeTalIbl HETaATUBHO
BO3JICHCTBYIOT Ha aKTUBHOCTH IOMYJISIIIUU OaKTEepHid, TIOHIKAs €€ 10 HyJIS IPH BBICOKOM
xounentpanuu (Rajapaksha, 2004).

K Hacrosmmemy BpeMEHHM HAKONWIOCh OOJBIIOE  KOJIMYECTBO  JAHHBIX,
CBHUJICTCIILCTBYIOIIUX O KOHCEPBATHBHOCTH B PEAKIMSIX OPTraHM3MOB, 3BOJIIOIUOHHO
pa3oIIeANINXCs MUJUTMOHBI JIET Ha3a/l, Ha pa3JIMuyHbIC CTPECCOBBIC YCIIOBUS. Y CTAHOBJICHO,
9TO TPH BBICOKO KOHCEPBATHBHOM CTPECCOBOM OTBETE IPOHMCXOIMUT BBIKIIOUYCHUC
TPAHCKPHUIIIMA HEKOTOPHIX OCHOBHBIX I'€HOB W aKTHBAIUs OJIOKA T'€HOB, KOJIUPYIOIIHX
Oenku TerutoBoro moka (heat shock proteins, Hsp), uiu ctpeccossie 6enku (Scott, Pardue,
1981). Hsp mnomorarT KJICTKE COXPaHATh MPaBUIBHYIO KOH(POpPMAIMI0 OCIIKOB,
o0ecreynBaloT UX TOYHOE TEepPEeMEIICHUE K PasiIMYHBbIM OpraHeiulaM U CIIOCOOCTBYIOT
TPaHCIIOPTY BHOBb CHHTE3UPOBAHHBIX OCIKOB K HyxHOU cTpykType (Craig et al., 1994).
benku TerioBoro moka UrparT OOJBIIYI0 POIb B KIIETKE U B HE CTPECCOBBIX YCIIOBHSX,
BIMsS Ha crhenuduyeckne CTaauM pa3BUTHS Pa3UYHBIX TKaHed. CyIIecTBYeT psa
YCIIOBUH, MPU KOTOPBIX MPOMCXOJUT WHHUIMaIMsA cuHTe3a Hsp’s (Swamynathan et al.,
1996):

1. BosaeiicTBue (akTOpOB OKpYXKaromenl cpeapl (TsHKETbIe METaulbl, TEIUIOBOM
10K, BHEKJIETOUHBbIN pH, pa3nuuHble 1€TEpreHThl).

2. Tlarodu3nomoruueckue COCTOSHUS OpraHu3Ma (JIMXOpajika, BUPYCHAs WIIH

OakTepuanbHas HHOEKIUN, U3MECHEHUE BHYTPUKIETOYHOTO PH).
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3. Paznmuunbie cragum kineTouHoro nukia (mepexon co craguun Gl Ha craawio S,

cTaaus S) U Pa3BUTHUS OpraHu3Ma (IMOPHOHAIBHOE Pa3BUTHE, CIIEPMATOTEHE3).

1.4.1. lelicTBe NOBBIMIEHHLIX M TOHWKEHHBLIX TeMIEpPaTyp Ha CHCTEMY
JHAOCUMOHOHT — XO3SIMH

K xony XX Beka MHOTHE UCCIICIOBAHUS TIOKA3aJIH, YTO TEMIIEpATypa OKpYKaromien
Cpelbl CWIIBHO BIIMSET HA IMOCIEICTBHS MHPEKIUHA B OpraHuszMe. Tak, Hampumep, Jaxe
HE3HAYHTENIBHBIC TeMIIEpaTypHbIe U3MECHEHHS MOTYT BO3JICHCTBOBATh HAa YCTOWYHBOCTH
X035IMHA K MTHPEKITMOHHOMY areHTy, a TaK)Ke BIUATH HAa BUPYJICHTHOCTD M PA3MHOXKCHHUE
napasuta (Thomas, Blanford, 2003). IloaToMmy u3ydeHHE BIHMSHUS TEMIIEpaTypbl Ha
OnoxuMuveckue, (PU3MOIOTHUECKUE TIPOIECCHl U TIOBEICHHUE XJ1aIHOKPOBHBIX KHBOTHBIX
SIBIIICTCS BAYKHBIM M aKTYaJIBHBIM ISl TOHMMAaHUS MTPOIIECCOB TMHAMUKH U KOJBOJFOIIUU
B CHCTEME OJHIOCHMOMOHT-X03sMH. K HacToseMy BpPEeMEHH WPOBEACHO OO0JIbIIOe
KOJIMYECTBO HMCCIICIOBAHUN TEMITEPaTypHOU YYBCTBUTEIHLHOCTH OPTaHH3MOB, KOTOPYIO
anriauiickue yuéueie Tomac um bnandopn (Thomas, Blanford, 2003) npemmoxuau
M300paXkaTh B BUJI€ HEJIMHEWHOHN (DYHKIIMM 3aBUCUMOCTH MTPUCTIOCOOIEHHOCTH 5KMBOTHOTO
OT TeMIIepaTyphbl OKpyskarotei cpeasl (Puc. 5 a). JlnurensHoe BO3eHCTBHE KPUTHUECKUX
MUHHMAaJIbHOW U MaKCHUMaJbHON TeMIlepaTyp MPUBOIUT K rudenu opranusma (Thomas,
Blanford, 2003). B Takom jxe Bujae ObLIO IPEIONKEHO N300pakaTh MPUCIOCOOICHHOCTD
OpraHu3MoOB /Il cuMOnoTnyeckoit accormanuu (Puc. 5 6). Eciu kpuBbie 23H10CMMOMOHTA
W XO35IMHA CHJIBHO PA3JIMYarOTCs, TO Jlake HeOOJNbIINe Tepenaabl TeMIepaTypbl MOTYT

KapJWHAJIIbHO BJIMATH HAa UX B3aMMOOTHOIICHHC.
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b=

Cruia Cloie

Temneparypa (°C)

[prcniocobneHHoCTh

vy

IHIAOCHMOHOHT XO35HH

CnocobNeHHOCTh

[Tpu

Temneparypa (°C)

Puc. 5. (A) I'paduk, AEMOHCTpUPYIOUIUNA TEMIIEPATYPHYI0 UYBCTBUTEIHLHOCTH
opranusma. lo - ontuManbHasg Temneparypa, CTmax, min — KPUTHUECKUA MAKCUMYM U
MUHUMYM, TpH KOTOpbIX anantauus otcyrcrByeT. (B) I'paduk, aemoHcTpupyrommit
YPOBHHU IPUCTIOCOOJIEHHOCTH OPraHM3MOB CUMOMOTHYECKOM accolMaluy Npyu U3MEHEHUN

TEMIIepaTypbl OKpykaromieit cpenbl (B3sTo u3 Thomas, Blanford, 2003).

BnusHue TOBBILIEHHBIX TeMIepaTyp JAOCTaTOYHO XOpPOIIO HW3Yy4eHO Ha
D. melanogaster. B Tabmune 2 mnpenctaBieHbl 3()(EKThI, MPOSBISIOIIUECS Y 3THUX

HAaCEKOMBIX IIPU BO3AEHCTBUU PA3IMYHBIX TEMIIEPATYD.



Tabmuna 2.

46

JlelicTBMEe  pa3NM4YHBIX TEMIEpaTyp Ha JKU3HEACATEIbHOCTH

D. melanogaster (13 Mensenes, 1966; Feder, Krebs, 1997)

Temneparypa | Bnusuue Ha sxusHeciocoonocts D. melanogaster
10 °C JIMYMHOYHBIN EPUOJT PACTATUBACTCS A0 57 qHEH
20 °C JIM4rHOYHBIN IEPUOJ paBEH § THAM
[uxn pa3Butus paBeH 10 cyTkam
25 °C
(onTUManbHas TEMIeparypa B J1a00pPaTOPHBIX YCIOBUSX )
27 °C MaxkcuMaibHas 10 JOBUTOCTH
75 %  MakcuMajdbHOM  IUIOJJOBUTOCTH,  OrpaHUYEHUE  Ha
29 °C MPOJOJKUTEIIEHOE  TOJICP)KaHNE TOMYJISIIUA B J1abOpaTOPHBIX
YCIIOBUSX
OrpaHnyeHre Ha TPOAODKUTEIFHOE CYIIECTBOBAHHE MPHUPOIHON
31°C
TOTYJISIITUH
32°C 40 % oT MaKCUMAJILHON IJIOJOBUTOCTH
29 % OT MakCUMaJbHOW IUIOAOBUTOCTH, 66 % OT HOPMaJIBLHOTO
33°C
pasmepa B3pOoCIon MyXHu
35°C [IpekpaliieHrne OKyKJIUBaHUS, OTKIAIKA SUII, KOYJISIIUS
1 yac BO3JCHCTBUS MPHUBOJUT K YMEHBIICHHUIO TUIOJOBHTOCTH, MYXH
36 °C
MPEeKpaIaT ecTh
37°C B3pocible Myxu npekpalaioT JBUraThCs
38 °C [Tocne 1 gaca Bo3nercTBus rudHeT 50 % TUYMHOK
39°C [Tocne 30 munyT Bo3aeiicTBus rudHeT 50 % TUUIUHOK
40 °C [Tocne 16 munyT Bo3aelicTBust THOHET 50 % TUUMHOK
41 °C [Tocne 8 MunyT Bo3neicTBus THOHET 50 % TUUNHOK
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W3menenne my(oB MOJTUTEHHBIX XPOMOCOM CITFOHHBIX JK€JI€3, KaK OTBET Ha TETNIOBOU
IIOK MPH BO3ACHCTBUY MOBBIIICHHON TEMIIEPATyPHhl, OBLIIO BIIEPBBIE OTKPHITO HA TUIOIOBOU
mymike (Ritossa, 1962). Hsp70 siBisieTcsi OCHOBHBIM OCIIKOM, KOTOPBIH CHHTE3HUPYETCS B
3TOT mepuoi. Ero koHieHTpanus B kieTke, Hu3Kkas mpu 25 °C, Bo3pacTaeT B ThICSUY pa3
npu 37 °C, 4TO CBUJETENBCTBYET O €r0 OIPOMHOH pOJU B TEPMOUYBCTBUTECIHHOCTU
opranm3ma (Solomon et al., 1991). UnTepecHo, YTO CyIIECTBYET 3aBUCUMOCTH P PeKTa
Hsp70 na kmetky oT KkonmyectBa ero komuii B renome Drosophila (aopmansHOe
KOJIMYECTBO COCTaBIsieT 12 KONMWU Ha JUILIOMIHBIA HAOOp XpOMOCOM). YMEHBIICHUE
qricia KOMUH 9TOT0 TeHa JeNaeT Myx 0oJiee MoABEPKEHHBIMH CTPECCOBBIM TEMITEpaTypam

(Gong, Golic, 2006).

1.4.2. Bausinue NMOBBIIEHHBIX M MOHUKEHHBIX TEeMIEPATYP HA B3aMMOOTHOIIIEHHE
IHAOCUMOMOHTA U X03MHA

HecMoTpsi Ha 3HauYHWTENbHBIC ycnexu B m3ydeHun ponn Oaktepuu Wolbachia B
OpraHu3Me XO35MHA, MOJIEKYJISIPHbBIE MEXaHU3Mbl B3aUMOOTHOIIEHUI B CHCTEME
SHAOCHMOHMOHT-XO03SHMH JI0 CUX MOP OCTAIOTCS HEM3BECTHBIMU. bobIoi mpobaeMoit s
y4€HBIX SBISICTCS TO, YTO OaKkTepHs TPYIHO KYJIBTUBUPYETCS B YCIOBHSAX IN Vitro.
Heo0XxoauMoCTh CTaBUTh 3KCHEPUMEHTHI Ha >KUBOM MaTepuane CUIbHO YCIOXKHSIET
3a/aqy, MOCKOJBKY TUHAMHKA YPOBHS HH(EKIMH 3aBUCUT OT TCHOTHIA XO35SHHA, €ro
NUTaHMs, a TaKke OT €ro BO3pacTa, BIMSIOUIETO Ha dKcrpeccuto reHoB (Veneti et al.,
2004). CunpHbli 5(QdeKkT HMEIT CTPECCOBbIE YCIOBHS OKpYXarouleil Ccpesbl:
NOBBIIICHHBIE WM TMOHIKEHHBIE TEMIIEpaTypbl, rojogaHue, BHekiaeTounbliii pH. Tak,
HarpumMep, mokasano, uro Wolbachia moryr snumuaHpOBaTHCS M3 OpraHu3Ma X03sUHA
npu noBbIeHHBIX (30 — 33 °C) win NOHMKEHHBIX TeMreparypax (MepHobl Auanay3bl

xo3stmHa: 10-30 guedt npu 12 °C, 3-6 mecses npu 3 °C) (Opijnen et al., 1999; Dobson et
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al., 2001; Pintureau, 2003). AHaloru4Hass CUTyalldsi UMEET MECTO B CUMOMOTHYECKOMH
accormaniuu  Oaktepuu Spiroplasma u D. nebulosa (mpupomsblit X03siMH) WIH
D. melanogaster (ickyccTBeHHO 3apax€HHBIN CUMOHOHT). B 00eux muuusx mpu 18 °C
ypoBeHb HWH(MEKIMU pe3Ko yMeHblnaeTcs, a npu 28 °C CHUKEHHE MPOUCXOJUT
nocrenenHo. [Ipu HopmanbeHO# Temmeparype (25 °C) MHPUIUPOBAHHOCTH CTAOMIBHO
COXpaHseTcs. YCTaHOBJIEHO, YTO HHU3KHE TEMIEPATyphl CHUIKAIOT KOHIIEHTPAIHIO
OakTepuii B OpraHu3Me ¥ OTPHUILIATEIBHO BIUSIOT HA BEPTUKAIBHBIN MepeHoc Spiroplasma.
Bricokue ke TemrepaTypbl MPEAINOYTUTENBHO HETaTHMBHO BIMSAIOT Ha BEPTUKAIbHBIN
nepenoc Spiroplasma (Anbutsu et al., 2008). beuto 00HapyKeHO, YTO TEIUIOBOM IIIOK
cHmkaeT ypoBeHb LIH y HHQUIIMPOBaHHBIX HACEKOMBIX, IPEATOI0KUTEIHHO TOTOMY, UTO
MOBBIIIEHHBIC TEMIIEPATYPHI YBEIMUUBAIOT MPOIYKIIUIO CIIEPMBI, YTO CHOCOOCTBYET €€
OBICTPOMY BBIBEJICHHIO M3 CEMEHHHUKOB, B pe3yJIbTaT€ YEro pPe3KO YMEHBIIAeTCs
BO3ciicTBUE HMHPEKIMHU Ha (epTUIbHOCTH 3apaxEnnbix Wolbachia cammos (Snook et al.,
2000). Ha ynpTpacTpyKTypHOM YpOBHE OBLIO MMOKA3aHO, YTO CTPECCOBHIE TEMIEPATYPHI Y
MYX BBI3bIBAIOT MOSIBIICHHUE CIIEIU(DUUECKUX IIEKTPOHHO-TUIOTHBIX TPaHYyJI, COJAEPKaIIHX,
KaK TMPEJIIOoJIararoT, XUT-IIIOKOBBIE OCIKH, W KPYIHBIX JIM30COM B ITUTOILIa3Me KIIETOK
suunuka (JKykoBa u ap., 2008). YV GakTepuii mpu 3TOM 00OHAPYKUBAIOTCS CYIIECTBEHHBIC
HAPYIICHUS CTPOCHUS 000JIOUKH U JAPYTHE CTPYKTYpPHBIC U3MEHEHHs. TakuM oOpa3om, u
HHIOCUMOMOHT, U XO3HH PEearupyroT Ha TOBBIIIEHHYIO TEMIIEPATYPY, OJHAKO, XapaKTep
ux B3aumojeicTBus He MeHsercs (JKykoea m np., 2008). Ciemyer OTMETHTh, YTO IS
MPABWIBHON MHTEPIPETAIMH JAHHBIX O BIUSHHUH PA3JIMYHBIX TEMIEPATYP OKPYKAIOIIEH
Cpenbl Ha B3aMMOOTHOIIEHUS CHUMOHMOHTOB, OYEHb BAXKHO YYUTHIBATH JCHCTBUE

HKOJIOTMYECKHUX (PAKTOPOB Ha MOMYIISALHUIO HcciaeayeMbix xo3seB (Montllor et al., 2002).
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3akjaouyeHue

AHaNM3 JUTEPaTypHBIX JaHHBIX CBHACTEIBCTBYET O TOM, YTO, HECMOTPS Ha
WHTCHCUBHBIC UCCIICIOBAHUS, MEXaHU3MbI B3aMOOTHOIIICHUH YHIOCUMONOHTA B X031HA
BO MHOIOM IMOKa He H3ydeHbl. OJHMM M3 IMOAXOJOB K PEIICHHUIO JaHHOW MpPOOIEMbI
SIBIISICTCSI TIOCTPOCHUE MOJICNICH MPHUPOTHBIX BO3JCHCTBUI CTPECCOBBIX TEMIIEpaTyp Ha
CHUCTEMY DSHJOCUMOMOHT-XO3MMH. YJOOHBIM OOBEKTOM [Jisi TaKHX HCCIeAOBaHUMN
spisoress D. melanogaster u eé sumocumoOmont Wolbachia. CornacHo maHHBIM
AIIEKTPOHHOW MHUKPOCKOIHMH, a TaKXKe pe3ysibTaTaM, MOJYyYCHHBIM C HCIOJIb30BaHHEM
00I11Ie0HOIOTHYECKUX U MOJICKYJISPHBIX METOJIOB, OAKTEPHH OKA3bIBAIOT Pa3HOOOpa3HOe
BO3/CHCTBUE HAa OPraHU3M XO035MHA, KOTOPOE 3aBHCUT OT YCJIOBHI OKPYKAIOIICH CpeIbl,
TCHOTHIIA XO3sWHA U sBIsieTcs non-cnenupuanasiM. Wolbachia mramma wMelPop nipu
TIOBBIIIICHHOM TEMITEpaType BhI3bIBACT HEHPOICTCHEPATUBHBIC MTPOIECCH B COMATUYCCKUX
tkausax Drosophila, uro orpumarensHo ckasbiBaetes Ha [1DK macexomoro (Min, Benzer,
1997). I1pu HU3KUX Ke TeMIlepaTypax Bo3jeicTBue 6akTepun ymensinaercs, u [DK myx B
HEKOTOPBIX CJIyYasx OKa3bIBACTCS JaKe BBIIIC HOPMBI. MEXaHU3MbI 3TUX MPOIECCOB Ha
CErOJIHAIIHUM JI€Hb HEIO0CTaTOUYHO u3yudeHbl. [loaTomMy B Hacrosimed pabote Oblia
NOCTaBJICHAa 1IeJIb — C TIOMOINBI0 KOMIUIEKCA METOJIOB, BKIIIOUAIONIMX B ce0s
NOMYJAIMOHHBIA ¥ MOJEKYIAPHBIA  aHaAM3, MPOCBECYMBAIOIIYIO  JJICKTPOHHYIO
MUKPOCKOMHIO, (piryopeciieHTHyto rudpuau3anuto in Situ, uzyunts aericteue Wolbachia
mramma WMelPop wa oprammsm D. melanogaster u mnpoananu3upoBaTh XapakTep
B3aMMOJICHCTBUS SHAOCUMOMOHTA U XO35IMHA B YCJIIOBUAX TEMIIEPATYpHOIO CTpecca U Ha

Pa3HbIX CTAAUAX KU3HCHHOT'O TUKJIA MYX.
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I'JTABA 2. MATEPHUAJIBI U METO/bI

2.1. XapaxkTepucTHKa HCHOJb30BAHHBIX B padoTe Ja0OPATOPHBIX JUHUH MYX,
TeMIepaTypHble PeXKUMbI HX COJAEPKAHMA M CXeMbl  MOMYJISIUOHHBIX
IKCIEPUMEHTOB

B nannHoii pabote wucmonp3oBanachk JauHHs Drosophila melanogaster w1118,
npenoctaBiennas mnpodeccopom Ckotom O’Heiinom (YauBepcurer KsuHcnenna,
Ascrpanus). Jlunus myx Obi1a naduirpoana 6axrepucii Wolbachia (mramm wMelPop).
D. melanogaster coxepkanu Ha CTaHIAPTHOM H3IOMHOM KopMme mpu + 22-25 °C.
Heundummposannyro muanto W1118T momyunim myTém coaepaHust MyX B TEUEHHUE ABYX-
TpEX mokojeHuit Ha kopme ¢ gobasieruem 0,02 - 0.03 % Terpanuxnnna (Bec/o0bEM) Ha
craggaptHom kopme tmpu + 22-25 °C. IlpoBepky HWHQPUIIMPOBAHHOTO U
HEMH(QUUMPOBAHHOIO CTaTyca JIMHUM TMPOBOJWIM C TOMOINBIO  MOJIEKYJISIPHO-
OMOJIOTHYECKUX METOJIOB (CM. HUXKE).

[TepBbIii 3KCIEPUMEHT 10 BBDKUBAEMOCTH HH(PUIIMPOBAHHBIX K HCMH(PUITUPOBAHHBIX
CaMOK MPOBOJIUJICS MPU TEMIIEPATYPHBIX PEKUMAX JIBYX THUIIOB, YCIOBHO 0003HAYEHHBIX |
u Il (Puc. 6). B kaxxaoM oTenbHOM 3KCIIEpUMEHTE Ucmoiab30Bai OT 90 1o 210 myx,
nomeniast o 30 ocobeli Ha cocysl CO cTaHAapTHBIM M3FOMHBIM KopMmoM. D. melanogaster
pa3BUBAIUCH MpU KOMHATHOW Temmepatype (23-25 °C). BwuiereBime u3 KyKOJIOK B
TEUCHHUE [HS HMaro IEPEHOCHIM Ha ONPEACIIEHHBIA TeMIlepaTypHbId pexuM. lIpu
pexumax | Myx moctostHHO cozepskanu npu ymepernoi (25 °C) wiu noseimenHoi (29 °C)

TeMreparypax. Y4éT BBDKHBAEMOCTH MPOBOAWIH KK bl 1-2 THsI 70 TIOJHON THOETH MyX.



51

ITpu pexumax Il myx copepxanu omnpenenéHHoe koiaudectBo aHed (3, 7 u 13) npu
noBsllIeHHOU Temmnepatype (29 °C), a 3atem nepenocunu Ha 16 °C. YuéT BbKHBaeMOCTH
nocie nepeHoca Myx Ha 16 °C mpoBoauics Kaxkasle 5 qHe 1o nmojaHoi rubenu myx. B
KadyecTBe KOHTpoysi K pexumy Il wmcmonms3oBammce D. melanogaster, mocrosiHHO
coaepkamuecs npu 16 °C.

KpuBbie BbDKHMBaeMOCTH MyX ObUIM HOCTpoeHbl Mo MeTtony Karnana-Maiiepa,
IJIaBHBIM IPEUMYIIECTBOM KOTOPOTO SIBISIETCS YYET 0COOEH, BBINABIINX MO KaKOH-1160

IMPUYMHC U3 SKCIICPUMCHTA.

BbineT
npu25°C

TeMneparypHbie
peXuMbII

TemneparypHble
peXuMbI I

nepeHoc

x

— 3pHa ——> g

S =

X &

G = =

— TaHei —— - &

o ©

fus]

nocTosHHoe nocTosiHHOe 3 3
coaepxaHune copepxaHne L, 13 queii —» 3
o

(koHTpOnDb)

Yuét MK u BbixkuBaeMocTu :
NpoBOAWNCA A0 NOMHOW rnbenu myx

Puc. 6. Cxema skcrepuMeHTa Mo HccleoBaHuo npoaomkurensbHoct xu3Hu (IDK) u
BeDKMBaeMoctd D. melanogaster w1118, wHpUUIMPOBAaHHBIX U HE HHQUIIMPOBAHHBIX

natorenHbiM mTammom Wolbachia wMelPop.

Bo BTOpOM 3KCnepUMeEHTE aHAIOTUYHBIC WH(PUIIMPOBAHHAS U HEWH(UIIUPOBAHHAS
muann D. melanogaster coxepskanuce B muHKybatopax mpu 25 °C u 29 °C. Cxema

AKCIIEPUMEHTA NPECTaBIeHAa HAa pUCyHKe 7. Myxu B TeueHue 24 4. OTKJIAAbIBAIM SHLA B
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12-tu mpoOupkax co cTraHAapTHBIM KopMmMoM mipu 25 °C, mocie 4ero Myx yAallsiih W3
npobupok. [lomoBuHA MPOOUPOK € OTIOKEHHBIMU SHUIIaMU TIepeHocwiach Ha 29 °C, B TO
BpeMs KaK OCTaJIbHas 4yacTh ocTaBasiach pu 25 °C. JInunHku 3-T0 Bo3pacTta coOupaauch
Ha 5-b1ii 1 7-0# gaM pasButus npu 25 °C u 29 °C. Beuteraromniye nMaro nepeHOCHINCH B
HOBBIE TPOOUPKH C KOPMOM Ha 9-b1ii ieHb pa3Buths ipu 29 °C u Ha 11-b1it nens npu 25 °C.
Mo3r B3pocabIX MyX BbIAETsIICS HA 1-b1i, 3-ui, 7-0i1 1 13-bIi1 AHU MOCIIE UX BBUIETA MPH

o0eunx TemrepaTypax.

a

] ] ] ] 1 ] ] ] ] ] ] ] ] ] ] ] ] ] ] ] ] ] ] S
Ll 1 Ll ! 1 Ll Ll T 1 1 1 1 1 T 1 Ll Ll 1 I 1 Ll C 4

passuTue [ } ' }
1 3 (5 {7y 9 142y 14 16 (A8 20 22 (28 g

npm 25°C
7
1°% penb 3" genb 7°% penb 13** nemb
AMTENbHOCTD nmaro
cragum =) mn) ) smmm) E—)
[ﬂﬁqo S N 3= KyKO/IKa B3pOCnan myxa
NNYUHOYHAA CTaauAa
SzRiIMe [: I e e L L e I I Ao A A I
npu 29°C 01 3 {5) {7) 940 (122 14 {160 18 20 {22 AHN
1°" penb 3"" peHb 7°" peHb 13 neub
ANMTENbHOCTD umaro
cTapnm > A ) N N
[ﬂi’ﬂ.\o e a- 3= KYKONKa B3poCnas myxa

NNYUHOYHAA CTaamuAa

Puc. 7. Cxema 3KkcriepuMeHTa 110 HCCIIeI0BaHuI0 pactpenenenus oakrepuit Wolbachia
mrramma WMelPop B kiieTkax Mo3ra JIMYMHOK 3-T0 BO3pacTa ¥ B3POCIBIX MyX

D. melanogaster w1118, coaepsxaruxcs npu 25 °C u 29 °C ¢ paHHero sMOproreHesa.
[TyHKTUPHBIMU KEATHIMU KpyraMu 0003HaU€HBI TOUKU (PUKCAITUH TS PITyopecieHTHON

ruOpuu3auu in Situ.
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2.2. CnucoOK UCNOJb30BAHHBIX PEAKTUBOB

25 % pactBop riyrapoBoro anpiaeruna (Fluka, IlIBeiinapus); HATpUs KaKoIWJIaT
(Fluka, HIseiinapus); ocmus trerpaokcun (OAO Aypat, Poccus); ypanunarerar (Serva,
I'epmanus); arap-100 (Agar Scientific, Aurmus); Epon 812 (Serva, I'epmanus); DDSA
(Agar Scientific, UK): MNA (Agar Scientific, Bemukoopuranus); DMP-30 (Serva,
['epmanus); metwiieHoBblid cuHui (Panreac, Vcnanus); HaTpusi Terparuapodopar
(Peaxum, CCCP); nutpar cBunma (Serva, I'epmanus); murpat Hatpus (Sigma, CIIIA);
dopmaap (Agar Scientific, Aurmus); ruapokcun Hatpus (Panreac, Mcmanus); xiaopodhopm
(baza Nel XumpeaktuBos, Poccust); anteron (baza Nel XumpeaktuBos, Poccust); aSTunoBbIit
ciupt (baza Nel XwumpeaktuBoB, Poccus); nensnas ykcycHas kuciora (baza Nel
XumpeaktuBoB, Poccust); Tpuc(rugpokcumerun)amuaomerana (duasm, Poccus);
STHICHIMAMUHTETpayKcycHass kuciota (Menuren, I'epmanus); dopmamun (Serva,
['epmanns); naypuicynbdar Hatpus (Peaxum, Poccus); 4, 6-nnamMmuanHo-2-QeHUITNHION
muruapoxiopun (Sigma, CIIHA); cpema mis 3amuBku (Thermo Scientific, CIIA);
xsopucteii HaTpuil (Peaxum, CCCP); xmopuctsiii marauii (OOO «JlaBepHa», Poccus);
xynopucteiil kanuit (Peaxum, CCCP); arapo3a (Meauren, ['epmanust); kanuit peppormanar
(Peaxum, CCCP); dhocdarusiii 0ydep (Sigma, CIIIA); Taq JJHK nonumepasza (MeawreH,
Iepmanusi); dNTP (Menuren, I'epmanms); mnporemnaza K (Menuren, ['epmanus);
riunepu (Peaxum, CCCP); kcunenuunanon (Peaxum, CCCP); uzopnonanon (Peaxum,

CCCP);

2.3. MoJiekyJIIpHO-0M0JIOTHYeCKHE METOAbI

2.3.1. Boinenenue reaomuoi JIHK u3 npo3oduinbt
JHK  Beimensiu w3 1enoll MyXu.  YCBIUIEHHBIX 3(QHUPOM  HACEKOMBIX

romorenusupoBaiii B 60 Mk STE 6ydepa (0,1 M NaCl, 10 MM Tris-HCl u 1 MM EDTA,
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pH 8.0) ¢ no6asnernnem SDS no koneuHo koHreHTpaiuu 1 %. [Iporeonus npoBoauiu ¢
UCIoNb30BaHueM TporenHa3sl K (B koHeuHod koHueHtpauuu 0,4 wmr/mun) mnpu
temnepatype 56 °C B Teuenue 3 4. 3atem, JJIsl MHAKTUBAIlMU NTpoTernHa3bl K, roMmoreHar
nporpeBanu npu 95 °C B teuenue 10 mun. ns ounctkn JIHK ot coneit ncnonp3zoBaim
METOJ €€ MEePEOCaAKACHUS B STHJIOBOM cIUpTe. /{151 3TOT0 MCMOIB30BAIA CMECH, KOTOPast
cocrostna u3z 2V 7,5 M NH4AC u 2V astunosoro cnupra (96 %). Ilocne akkypaTtHoro
NEepEeMENINBAHNS CMECH U BblIepkuBaHus B TeueHue 30 muH., BbaeneHHyro JHK
ocaxxaanu ipu 14000 o6/MHUH U ynansnu cymnepHatanTt. 3aTeM ocanok JJHK mpombiamu
IBaXAbl 75 %-HBIM 3THJIOBBIM CIUPTOM. BhICyleHHBIM ocamok pactBopsuid B 30 MKI

ddH20. O6pa3sier Benenennoi JJHK xpanwmm npu -20 °C.

2.3.2. YciaoBusi MOJIMMEPA3HOl LENMHOW peakluW AJs1 OIpeaeJeHUs] HATHIHSA
6akrepuii B opranuszme D. melanogaster

[TLIP nmpoBoauau B 006EMe 20 M1 (0,1 ur renomuoit JJHK, 1,5 MM MgCls, 0,25 MM
kaxxaoro ANTP, 0,5 MxkM kaxmporo npaiimepa, 50 MM KCI, 10 MM Tris-HCI, pH 9.0 u
1 e.a. Tag AHK momumepassr). Ilpu amminduxanuu mpoBOIMIM TPEIBAPUTEIBHYIO
nenarypanuto JIHK (95 °C — 4 mun) ¢ nocnenyronumu 30 OMKIaMU peakluid ¢
onpeneNnéHHbIM TemrepaTypHbiM npoduieM: 20 c. mpu 94 °C, 1 mun nipu 56 °C, 1 mun
pu 72 °C.

B pabore ucnonb3oBanu cienyromnpe KoMOUHAIUN TTPatMepOB:

1. wsp 81F (5 - TGGTCCAATAAGTGATGAAGAAAC -3°)

wsp 691R (5° - AAAAATTAAACGCTACTCCA).

B IIIIP nannbie mpaiiMepsl ClIOCOOHBI aMILTU(UIIMPOBATh (hparMeHTHl WSP reHa u3
pasnmnunbix mTammoB Wolbachia (Braig et al., 1998).

2. 16S pPHK 45-61F (5° — GCTTAACACATGCAAG - 3°)
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16S pPHK 1242-1227R (5° — CCATTGTAGCACGTGT - 3°).

JlanHble mpaiiMepbl CMOCOOHBI HHHUIMUPOBATH CHHTE3 (PArMEHTOB TI'EHOB,
rOMOJIOTHYHBIX OakTepuanbhoit 16S pPHK B ITLP (O’Neill et al., 1992).

3. Drosophila 28S pPHK. llpaiiMepbl HCIOIB30BAIM Ui TECTHPOBAHUS
BeigeneHns JIHK u asddexruBHOCTH TpOXOXKAeHUS peakiuu. JlaHHbIe MpaiiMepsl

TOMOJIOTHYHEI K TIOcIieioBaTelIbHOCTH reHa 28S pPHK npo3odu.

2.3.3. Daekrpodope3 IHK B arapo3nom resie

Jlnst anexktpodopeTrdeckoro pasaenerus pparmenToB JJHK ucnons3osanu 1-1,5 %-
HBIN arapo3HbIi r'ellb, IPUTOTOBJICHHBIH Ha Oydepe TBE (40 MM Tris-HCI, pH 8.0, 1 MM
EDTA, 0,01 mxr/ma 6pomuctoro stuaus). O6pasisl, coaepxkamue 0,3-0,5 mxr JIHK,
HAaHOCWJIM B KapMmaHbl rens ¢ goOasinennem 1/10 o6béma Oydepa, comepxkaimiero 50 %
rnunepuna, 0,3 % kcuienuuanona. dnekrpodopes npooauwin B TeueHue 30-60 mun npu
HanpsDKEHUM asekTpuyeckoro mois 8 B/cm. Busyammuzamuio ¢parmentoB JIHK

OCYIIECTBIISIA B YIbTPadHUOICTOBOM cBeTe (254 HM).

2.3.4. Boigeaenne ¢parmentoB JIHK u3 arapo3sHoro rejss ¥ omnpeaejieHHe HX
HYKJICOTH/IHOM IOCJIeJ0BATeIbHOCTH

O®parment JJHK akkypatHo BbIpe3asics W3 arapo3Horo rens, 3atemM B 0,2 mi
npoOupKax MPOBOJAWIACH peaklus cuHTe3a/TepmMuHanuu. OOuias peaklMOHHAas CMECh
coJieprKalia peakTHBBI U3 Habopa s cekBenupoBanus BigDye 3.1 terminator (ABI Prism),
npaiimep 81-wsp unu 691-wsp, THK (mpoayxt ITLP), o6mum 06béMom peakiiuu 10 MKII.
Jns ounctku JIHK ot coneil ucnonbs3oBanu MeTo1 €€ NEPEOCaX]ACHNUS B U30MPONMIOBOM
ciupre. s aToro k 10 MK peakiIMOHHON CMecH 00aBIISLIIN OUIUCTHIUTMPOBAHHYIO BO/IA
u 100 % wusomponanon 10 KoHeyHOUW KoHIeHTparuu 60 %. Ilocie mepemennBaHus

BeiieneHHy0 JIHK ocaxxnamu ipu 14000 06./MUH. ¥ CyTiepHATAHT yAAJSIIN. 3aT€M 0CaI0K
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JIHK nmpomsiBamu aBaxasl 80 %-HBIM ATHIOBBIM CIHPTOM. AHAIU3 CEKBEHUPYEMOU
NOCIEI0BAaTEIbHOCTH  ObUI  NpoBenéH B LleHTpe KOIEKTUBHOIO IOJIB30BAHHUSA

(Mexunctutyrckuii 11eHTp cekBeHupoBanus JIHK, MIlul’) Ha cekBeHatope Mojenu

ABI310A (ABI PRISM 310 Genetic Analyzer).

2.4. Dy1eKTPOHHAs MUKPOCKONMS

2.4.1. ®ukcanuss ¥ 3ajJuBKa o0pa3nmoB mMo3ra D. melanogaster mjsi 3JieKTpOHHOM
MHKPOCKOIUH

OOpa3ier  Mo3ra  camok D. melanogaster w1118, coxmepkammxcs Tpu
TeMIIepaTypHBIX pexkumax I, pukcuposanu Ha 3 nens u aeHb 50 % rudenu myx (25 eHb)
i 25 °Cunaa 3, 7 u 13 gam ana 29 °C. O6pasisl MO3ra caMoOK, COACPIKAITUXCS TPU
Temneparypabix pexxumax II, ¢puxcupoBanu na 30 gens ux xu3uu npu 16 °C mocie
NpeIBapUTENbHON 00pabOTKM MOBBHIIIEHHONW TeMIiepaTypoil B Teuenue 3, 7 u 13 nHei.
Oo6pasupr mosra D. melanogaster w1118, coxepskaBimxcs mnocrossHHo npu 16 °C
UCIIOJIb30BaJIM B KAaueCTBE KOHTPOJs, Takxke ¢ukcupoBand Ha 30 neHb xu3HU. J[s
¢dukcanuu ObUTH BBIOPAHBI TOJIBKO CAMKH, MMOCKOJIbKY Tiepeada OaKkTepuii U3 MOKOJICHUS
B [TOKOJIEHHE ITPOUCXOJIUT IO MaTEPUHCKOM JINHUU.

Jlns BbpIOOpa omTUMaNbHOW (uKcanuu o0pa3loB Mo3ra MyX ObUI IPOBEAEH
CpPaBHUTENBHBIM  aHamM3 TpEX BapuaHTOB  (UKCAIMNA, COTJACHO MPOTOKOJIAM
npencrabieHHbIM panee (Meinertzhagen, 1995; Min, Benzer, 1997; XXykosa u ap., 2008).
CoryiacHO IepBOMY MPOTOKOJTY (PUKCAIIIO 00pa3I[0B MPOBOAWIH 2,5 Y-HBIM ITyTapOBBIM
anpsieruioM u 2,5 %-usiM popmanpaerunnom Ha Na-kakogmiataom O0ydepe. [ BToporo
TUna GUKcaIys ucronb3oBanu 1 Y%-Hblil rmyTapoBblil anpaerua u 1 %-uelii popmansaerua
(1:1) Ha Tom sxe Oydepe. TpeTuii THIT PUKCALUU MPOBOIUIN C UCIOJIb30BaHHEM 2,5 %-

HOTO TJIYTapoBOTO anbleruga Ha ToMm xe Oydepe. Ilo pesympratam 37I€KTPOHHO-
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MUKPOCKOTIMYECKOTO aHalu3a Obuta BbhIOpaHa onTuMaibHas (uKcarus, KoTopas
10IpoOHO ONMCaHa HUXKE.

Mo3r MAITrko HapKOTH3UPOBAaHHBIX MEAUIIMHCKUM 3¢hupoM Myx Beiaeiasuiim B 0,1 M
docharnom Oydepe (pH 7.4). lna smeKTpOHHO-MUKPOCKOIMYECKOTO aHajau3a Opanu
ONTUYECKHE JIOJIM MO3Ta, a TaKXKe IIEHTPAIbHBIN oTaen. JlaMrHa U ceT4aTka CreruaibHO
He BbLACIsUINCh. DUKCALIUIO TPOBOAMWIN B 2,5 %-HOM pacTBOpE IIyTapOBOTO allbJIeTH/Ia
Ha.0,1 M Na-kakogunatHom Oydepe (PH 7.4) B Tedyenue 2-3 4, mMocjae 4yero Marepuan
orMbeiBaim B Tpé€x cMeHax 0,1 M Na-kakomunatHoro Oydepa (pH 7.4). OGpasubl
noctdukcupoBanu B 1 %-HoM pacTBope TeTpaokcuaa ocMmus ¢ qodasinenuem 0,8 %-noro
deppornranara kanus Ha ToM ke Oydepe B Teuenue 1 4. [Tocie TpEXKkpaTHOTO OTMBIBAaHUS
JTUCTUJUTMPOBAHHOW BOJOM MO3T OCTaBIIsLIA Ha HOYH B 1 %-HOM BOJHOM pacTBOpE
ypaHunanerara npu temneparype 4 °C B xonoauinbHuke. Ha ciaenyromuii 1eHs 00pasiisi
OTMBIBAJIM BOJIOM U 00€3BOKMBAJIM B CIIUPTaX Bo3pacTarolell KoHeHTpauuu (no 10 Mux
B 30 %, 50 %, 70 %, 96 % u 100 %-HOM pacTBOpax 3TaHOJIA COOTBETCTBEHHO). 3aTEM MO3T
JOTIOTHUTENLHO 00€3BOXKUBAIH B aneToHe (2 pasza no 20 MUH) U IPOMUTHIBAIA CMECKIO
cMmonbl, Bkmovaromei 4 kommnonenta (Epon 812, DDSA, MNA u DMP-30) no
CIEAYIOLIEH cXeMe:

1 06b€M cMoubl : 3 00bEMa aneTona — 30 MUH

1 06béM cMoutbl : 1 06BEM arteTona — 30 MuH

3 06béma cMoutbl : 1 00bEM aneTona — 2,5 4

Yucras cMona — 2 4

Uucras cMona — 12 4 mpu KOMHaTHOW TeMIeparype.

Jlayiee MpoBOIMIIACH 3aIMBKA 00pa3loB B OPMbI M MHKYOAIlMs B TCUCHUE HOYU B

skcukarope ¢ CaClz (s ynanenus my3bIpbKOB BO3yXa U3 CMOJIBI).
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JUig nonuMepu3anuu oopasibl noMemaiuch B repMoctat Ha +60 °C Ha 3 cyT.

2.4.2. TloryyeHne, OKpaliMBaHHe M HMCCJIeOBAHHE MOJYTOHKHX M YJbTPATOHKHX
cpe30B

[Tonyronkue cpessl ToamuHON 0,5 MKM, MOJy4EHHBIE IIPU ITOMOLIU CTEKJISIHHOTO
HOka Ha yneTpamukpotome Ultracut Reichert-Jung (ABctpusi), mepeHOCHIN B KAaILTIO
BOJIbl Ha MPEAMETHOE CTEKJIO U OCTOPOKHO BBICYIIMBAIM HAJ IJIAMEHEM CHUPTOBKH, HE
noBoAst 10 kureHus. Okpacky cpe3oB npoBoauiau 1 %-HbIM pacTBOPOM METHIIEHOBOTO
cutero B 1 %-HoM pacTBOpe TeTparuapodopaTa HaTpUs, HarpeBasi CTEKJIO HaJl JIaMEHEM
CIIUPTOBKH. 3aTEM CPE3bl IPOMBIBAJIN JUCTUUIMPOBAHHON BOJOW M aHAIIM3UPOBAIIN IOL
CBETOBBIM MHUKPOCKOIIOM JIJIsl BBIOOpa HY>KHOTO Y4acTKa OyIyIINX yJIbTPaTOHKUX CPE30B.
JIJis HaWJIydIIero OKpamMBaHus B Kpacky n00aBisuii HeOosbimoe konmdectso 1 M HCI,
NOHWXast 3HaueHue PH 10 HopMBI.

VYnbrparonkue cpesbl TonmuHon 50-80 HM MoTyJanu ¢ MOMOIIBIO aTMa3HOTO HOXKa
(Diatome, IIBeitapus) Ha yastpamukporome Leica Ultracut UCT (ABcTpus), mocie 4ero
UX CHUMAJIM Ha MEJIHbI€ CETOUKH, TOKPBIThIE (popMBapHOi TUIEHKOM. CEeTOUKH CO cpe3aMu
KpacWwM 1O CTaHJapTHOMY TPOTOKONY JBOMHOro KOHTpacTupoBaHusi 1 %o-HbIM
YPaHUJIALETATOM M IUTPaToM cBUHIA. OKpalIEHHBbIE CPE3bl MCCIEHOBAIN C MOMOIIBIO
anekTpoHHoro Mukpockona JEOL JEM-100SX (SInonust) npu yckopsitoieM Hanps>KeHun

60 wiu 80 kB.

2.5. KonjoxanbHasi MUKPOCKONUSA
2.5.1. ®ukcanusi u d¢uyopecueHTHass rudpuausamusi in Situ o6pa3moB Mo3ra
D. melanogaster

OO6pa3npl MO3ra JIMYMHKH 3-TO BO3pacTa U B3pociod Mmyxu Bbiaensau B 0,1 M

dbocparHoM Oydepe ¢ MOMOMBIO TOHKHX  MEIUIIMHCKAX  NHUHIETOB IO
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CTEPEOMUKPOCKOIIOM. Brinenennsiin Marepual cpasy (ukcupoBanu B
MouduipoBaHHoM (ukcarope Kapaya (6:3:1 V/V xstopodopM:cupT:ieasHas yKCycHas
Kucnota) B Teuenue 2-3 4. [locne dukcannu o6pasisl oTMbiBanu 2 pasza B 70 % cnupte u
NPOBOJMIM THOpUAM3aIuio in Situ B Tedenne 2 4 npu 46 °C B 3apaHee MOJOTPETOM U
cunenuduunoM 17151 hayopectieHTHOH pooOsl 6ydepe (0.9 M NaCl, 20 munumons Tris-HCI
pH 8.0, 0.01 % w/v nmaypwicynspar Hatpus [SDS], 20% wim 30% v/v dopmamun u
1 Mxmonp mpoOsl). B manHol pabote mcmonb3oBanuchk aBe mpodei: EUB338 (5°-Cy3-
GCTGCCTCCCGTAGGAGT-3’), xotopas cBs3biBacTcs ¢ ydacTtkom 16S pPHK,
SIBIISTFOIIIAMCS YHHKATBHBIM JIJTs1 OOJIBIIIMHCTBA U3BECTHBIX TPAMOTPUIIATEIILHBIX OaKTepUit
(Amann et al., 1990), u W2 (5’-Cy5-CTTCTGTGAGTACCGTCATTATC-3’), kotopas
ObLIa crielManbHO co3aana s pacrno3naBanus 16S pPHK 6akxrepuii Wolbachia (Heddi et
al., 1999). B ru6puauzanuonnom oydepe 30% V/v popmamMu HCIIOTB30BAICS IS IIPOOBI
EUB338, a 20% - mis npobsr W2. ITocne rubpuausaiuu in Situ oOpasiibl OTMBIBAIH B
teuenue 15 muH nipu 48 °C B 3apanee nmojgorpeTroMm Oydepe 11t oTMBIBKH (20 MUITHUMOIIB
Tris-HCI, 0.01 % naypwuicynsdat Hatpus, 0.5 M DJITA, 0.1 M NaCl npu ucnonp3zoBanuu
npoosr EUB338, u 20 mummumons Tris-HCI, 0.01 % naypuncynsdar watpus, 0.5 M
3TA, 0.2 M NaCl npu ucnonb3oBanuu npoosr W2) 1 okpammBaid B TEYCHUE 5 MHH
pactBopoMm ocdaTtHoro 6ydepa, conepxanium 1 Mxr/mi 4, 6-nuamMuanHO-2-(HEHUIUHIO
muruapoxiopuna (DAPI). TTocne sToro o0pasipl MoMeIai Ha MPEAMETHOE CTEKIIO B
KaIuTIO CPeJIbl TSl 3aTMBKH, 3aKPBIBAJIM TOKPOBHBIM CTEKJIOM M 3aI€UaThIBAIIH JIAKOM I10
nepuMeTpy crekna. llpuroroBneHHsie npenaparsl xpaHwid B TemHote mipu 4 °C 1o
aHaJN3a C UCIOJIb30BAHUEM JIa3€PHO-CKaHUPYIOUIET0 KOH(POKAIBHOTO MUKpockomna TCS

SP5 (Leica, ABctpusi).
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2.5.2. TloacyéT OTHOCHTEIBLHOI IMJIOTHOCTH W KoaudecTBa Oaktepuii Wolbachia B
KkJeTkax mosra D. melanogaster ¢ momomsio mporpammsl ImageJ

W3mepeHue miomaam, 3aHMMaeMOoi CKOTUICHUSIMU OaKTepHid,  TIOJICYET KOJTUYECTBA
OakTepHalbHBIX KJICTOK B TKaHM Mo3ra D. melanogaster mpoBoauiaM ¢ MOMOIIBIO

nporpammel Imagel 1.46¢ (http://rsb.info.nih.gov/ij/).

2.5.2.1. U3MepeHuUe MJIOTHOCTH ODaKTepUii OTHOCUTEIBLHO BCell MI0IAAH MO3ra

OTHOCUTENFHYIO TUIOTHOCTh OaKTepHii, paclpeles€HHbIX MO BCEM TKaHM MO3ra,
OIICHUBAJIU ITYTEM JICJICHUS TUIOIIA U, 3aHUMAaeMON OaKTepUsiMU Ha OJJTHOM KOH(POKATbHOM
cpe3e, H3MEpPEHHYI0 C TMOMOIIbI0 mporpamMmel  Imagel mo wu300pakeHUI0 ¢
(bIyopeclieHTHBIM CUTHAJIOM, Ha TUIOMIAIb BCEr0 MO3ra Ha 3TOM kK€ KOH(POKATHHOM CpPe3e,
U3MEPEHHYIO TE€M K€ CIOCOOOM M0 M300paXeHWIO MO3ra B MPOXOAAIeM cBere. bpuio
poaHaIn3upoBaHo 3 oOpasiia Mo3ra mo 4 — 8 ONTUYECKUX CPE30B TONIIUHON 7 MKM C
KaXJ/I0T0, TMOJIYICHHBIX C MTOMOIIBI0 10-TH KpaTHOTO OOBEKTHBA.

[Tnomaaps Bcero mMosra ¢ OAHOTO KOH(OKaIBLHOTO Cpe3a U3MEepsach ¢ MOMOIIBIO
PYYHOTO BBIJICJICHUS KOHTypa MO3Ta IpU MPEIBAPUTENHHON KOPPEKTUPOBKE MaciiTada
aHanmu3upyeMoro wu3oOpakenus. Ilmomans, 3aHuMaemas OakTepusIMH Ha OIHOM
KOH(OKaJIHLHOM Cpe3e, BRICUNTHIBAIIACH IO CIEAYIONIEMY ITyTH: H300paxeHus u3 ¢popmara
RGB mnepeBommim B BOChMH OWTHBIA (opmar «grayscale» wimm «rpaganuu ceporoy,
MPOBOIMIIA MHBEPTUPOBAHKUE TEMHBIX M CBETJIBIX MTUKCEJICH U Jaliee MepeBOIUIN BOChMU
OuTHOE M300pakeHUs B OJHOOMTHBIA (GopMmaT ¢ momornpio GyHkuuu «threshold» wmm
«mpenen». [lonyueHHble «4EPHBIEY TOUKH WM CKOTUICHHS TOYEK, OTPAKAIOIIHE IJI0MIA b

OakTepuii, ObUTM N3MEPEHBI C MOMOUIBIO PYHKIIMU «MEASUre» Uil «U3MEPHUTDHY.


http://rsb.info.nih.gov/ij/

61

2.5.2.2. U3mepeHne KOJIM4eCTBA 0AKTEPHid B eIMHUYHOM KJIeTKe MO3ra

Jlnis moncuéra KonmuyecTBa OaKTEpHid HA OJHY KJIETKY MO3Ta OBUIH HCIOJIb30BAHBI
U300paXkeHusl TMOJNy4eHHbIe C TMOMOIIbI0 63-X KpaTHOTO oOObekTHBa. M3mepenus
npooawii Ha 10 ciy4ailHO BBIOpaHHBIX KJIETKaX, COAEPKALIUX OAKTEPHUH, U3 Pa3HBIX
otnenoB [IHC nuynHOK 1 Mo3ra B3pocCibIX MyX. I KaX10il KJIETKA aHaTU3UPOBAIIU 110
4 — 6 ontuueckux cpe3oB ToamuHOM 0,6 MkM. [l 10 cayyallHBIX KJIETOK M3 Pa3HBIX
obracteld Mo3ra, TOJHOCTBIO 3a0WUTHIX OakTepusMH, MbI aHajguzupoBamu 6 — 10
onTUYeCKUX cpe3oB ToimmHoi 0,6 mMrkM. OOnacTh KJIETKH, cojepskamiasi OaKkTepuw,
OmpeNeNsiiu o n300pakeHuio ¢ HaoxeHueM (ayopectieHTHbIX curHaioB (DAPI mnsa
snep u EUB338 nmnsa OGakrepuii). Ilomcuér OGakTepuii MpOBOAMIM IO H300paKCHHIO
¢dnyopecuentnoro currama Wolbachia (EUB338), mepeBeaéHHoMy B OJXHOOMTHBIN
dbopMat kak omucaHo Beie. KoiaudecTBo GakTepuii onpenessuii ¢ MOMOIIbI0 (YHKIIUU
«analyze particles» nnu «poaHaJIu3UPOBATh YACTHIIBI» C 3apaHee yKa3aHHBIM pa3MepoM
enMHUYHOW OakTepun. Pasmep enuHUYHONM OaKTepuaTbHOW KIETKH OMPEACNsn 0
cpenaemy pasmepy 20 — 30 CuTHQJIOB pa3IMYHBIX EIUHUYHBIX OakTepwii Ha

KOH(OKaJIbHOM Cpe3e.

2.6. CtaTucTHnYecKue MeTOAbI

CpenHue 3Ha4YeHHMS] NPOJOKUTENIBHOCTH JKM3HM MyX, COAEpX aBLIUXCS MpU
pa3IMYHBIX TEMIIEPATYpPHBIX PEXKUMaxX, CpaBHUBAIU C INoMollplo Tecta CThIOJEHTA.
CpaBHEHME KpUBBIX BBDKMBA€MOCTH, IIOCTPOEHHBIX mo Merony Kammana-Maiiepa,
IPOBOAMWIICA C IIOMOILBIO JIOT-PAaHK T€CTa, OCHOBOM KOTOPOTO SIBJISETCS XU-KBaapaT TECT.
Tect CrpiogeHTa TakKe MPUMEHSIN JUIsl CPaBHEHMS IUIOTHOCTEH OakTepwii B KIeTKax

HHC JIMYMHOK U MO3T€ B3POCIBIX MYX. Paznuuus cuntanuchk CTAaTUCTUYECCKU 3HAUMMBIMU



62

¢ BepositHOCTRIO P < 0,05. /It onpenienennss HOpMaIbHOCTH pacrpeeseHus] TPUMEHSUITN

tect Hlanmupo-Yuika.
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I''TABA 3. PE3YJIBTATbBI

3.1. MoJiekyJsipHO-0HOJIOTHYECKUIT aHAIN3 WHPUIHPOBAHHOCTH JUHUI W1118 m

w1118T D. melanogaster 6axrepusmu Wolbachia mramma wMelPop

Jns  uneHTUUKAUM  CUMOMOTHYECKUX OakTepuid B 3apaXEHHOW JIMHHUH
D. melanogaster w1118, obu1 npoBenén ananu3 TotaabHoi JJHK myx ¢ momorsro ITLP ¢
UCII0JIb30BAHUEM TIpaiiMepa, crieu(UUHOro JOKycy reHa WSpP (KoAupyeT MOBEPXHOCTHBIN
oenox obomouku) Wolbachia. ITpu nmpocMoTpe amrumuduimpoBannbix ¢pparmentoB JJHK
WHOUIMPOBAHHBIX MYX B arapo3HOM Telle BBIABISUTHCH OdHABI pasmepom 610 m.H.,
xapakTepHbie 171 reHa WSp (Puc. 7, nopoxku 6 —9). JIns momydeHus] HEMHPUIIMPOBAHHBIX
D. melanogaster (w1118T) Myxu B TeueHHE IBYX-TPEX MOKOJICHUI COICPIKATMCH Ha KOPME
C TETPALMKIMHOM, KOTODPBIM yhanseT OakTepuu U3 IUTOIUIa3Mbl KJIETOK XO3iMHA
(Hoffman et al., 1986). [ns ne3apaxénnoit quamu D. melanogaster wll18T G3muab
BbIsiBJIEHBI He ObUTH (Puc. 7, [lopoxku 2 —5). Takum 00pa3oM, Mbl yCTAaHOBUIIU, YTO JIMHUS
myx W1118 undunmuponana Wolbachia, a wll18T He 3apakeHa OakTepHUsIMH.

[TpoxyxT [P, mony4yeHHsli ¢ CHOIB30BaHUEM MpaiiMepa, cnerudpuyHoro k JJHK
JoKyca reHa WSP, ObLI BBIACNEH M3 Teisd, U MCIOJIb30BAaH JJISi YCTAHOBJIEHHS €ro
HYKJICOTHJHOU TocienoBaTeabHoCTH JiiruHoM 610 m.H. meTonom cexkBeHupoBanus (Puc.
8). C momomsio mporpammbl BLAST, ncnonp3yst HyKICOTHAHBIE TOCIEAOBATEILHOCTH
6a3 manueix NCBI, Obut0 mpoBeAeHO CpaBHEHHE MOJYYEHHON MOCIEeI0BAaTEIbHOCTH.
IIpoBen€HHBIN aHaMMU3 IIOKAa3aj, YTO JaHHasg I[I0CJIEI0BATEIbHOCTh IIOJHOCTBIO

TOMOJIOTUYHA TIOCJICJIOBAaTeIbHOCTH TreHa WSP Oakrtepuii Wolbachia. Omnpenenenue
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reHotuna OakTepuit B uccuexyemoin Hamu yimaun D. melanogaster 610 mpoBeneHo 1o
dbenotunuueckomy 3P¢heKTy 3HAOCUMOMOHTA, MPOSBIISIONIEMYCS B PE3KOM CHIKEHHUH
nponomkutenbHocTH ku3HU (IDK) myx mpu 29 °C mo cpaBHenuto ¢ IDK wmyx,
conepxkasiuxcs npu 25 °C. Takoe BiIMsiHEE Ha BBIKUBAEMOCTD X035IMHA XapaKTEPHO IS

Wolbachia mramma wMelPop (Min, Benzer, 1997).

3.2. lony /IsIMHOHHBI aHAJIN3 MPOJ0LKHTEILHOCTH KU3HH M BBIKHBAEMOCTH JINHUH
D. melanogaster, ne unuuupoBannoii u ununuposannoii Wolbachia mramma

wMelPop npu pa3iu4HBIX TeMIIEPATYPHBIX pesKMMax

CornacHo TaHHBIM, TIOJIYY€HHBIM B JIA0OpAaTOPUU T€HETUKHU MO YIS, TOCTOSIHHOE
cogepkanne Myx npu 16 °C mocie BpeMeHHOro ux coaepxkanus npu 29 °C, Moxker
YaCTUYHO HUBEIMPOBATH HETAaTUBHBIM 3((EKT TMOBBIIICHHOW TeMIepaTypbl U
yBenuuuBath DK u BeDKHBaeMocts D. melanogaster w1118, kak nHGHUIIMPOBAHHOM, TaK
u HenHuupoBanHoi Oakrepusimu Wolbachia (Mnuackuii F0.10., HeonyOmMKOBaHHBIC
naHHbie). Ha OCHOBAaHWHM BBINICIICPEUMCICHHBIX JTaHHBIX, HaMH ObLI MOCTaBJICH
AKCIIEPUMEHT, CXeMa KOTOpOro MpuBe/neHa Ha pucyHke 6 (cm. ['maBa 2. Matepuansl u

METO/IbI).

3.2.1. CpaBHMTEJbHBIH AaHAJW3 CpeJHeH TMPOJO/LKUTEJBHOCTH JKU3HM M
BBIKHBAeMOCTH WHUUOHpoOBaHHOW W He mHpuuupoBanuoii Wolbachia mramma
wMelPop aunmii D. melanogaster, comep:kammuxcss mocrossHuo npu 25 °C, 29 °C u
16 °C

[Mox cpeaneii npoaomkutTenbHOCThIO ku3HK (I1DK) monumaercs cymma TIDK Bcex
oco0eil monyJsinuy, IenéHHast Ha UX 00Iee KOJIMYECTBO, a MO/ BEDKUBAEMOCTHIO — JIOJISI
BBDKHBILIUX 0COOEH OT 0OIIero yrcia Ha MOMEHT perucTpanun. B Tabnuie 3 oTpakeHbl

noJiydeHHble Hamu 3HaueHust cpeaneit [DK camok u camioB nngunuposannoi (wl118) u
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HenHpuuuposannoit (W1118T) nunmit myx npu 25 °C, 29 °C u 16 °C. Ha pucynke 9 stu

JaHHBIE Ul HAIJIHOCTH TpeAacTaBiieHbl B Buae rpadukon. Ilpu 25 °C cpennss DK
HEeMH(UIMPOBAaHHBIX CaMOK M camioB coctaBmwia 50,6 £ 2,0 m 52 + 1,6 mgHe#,
COOTBETCTBEHHO, a Y UHPUIIUPOBAHHOM JIMHUM OHA CHU3WIIACH 10 32,6 + 2,6 AHEl y caMok
u 10 34,8 £ 2,5 nueli y camrios. IloBeimennas remmeparypa (29 °C) okaszana HeraTUBHOE
BiausiHUE Ha cpenHioro DK kak HenHpUUMpPOBaHHON, Tak M MH(QULUKMPOBAHHOW JTUHUHU
D. melanogaster. ¥V coxepxamuxcs npu 29 °C He3apakE€HHBIX caMOK U camioB 1K
cocraBuia 26,8 = 1,3 u 24,5 + 1,1 aneii, coorBercTBeHHO. Y 3apaxénnbix Wolbachia myx
cpennss IDK cokparunace B 2,5 pasza o cpaBHenuto ¢ 25 °C u cocraBuna 12,5 £ 0,9 nueit
y camok u 13,2 + 0,6 nuei#t y camios. [Toxa aeiictBueM nmoHmwkeHHou Temreparypsl (16 °C),
Ha000poT, Mpousonuio yeenudeHue cpeaneit IDK myx, HezaBucuMo oT MHGEKITMOHHOTO
cratyca. Y HeMH(UIIMPOBAHHBIX CAMOK M CaMIIOB OHa jocturia 132,3 + 2,6 u 112 + 3,2
JTHEH, COOTBETCTBEHHO, a y MH(pHUIMpoBaHHBIX MyX cpennsis [DK Obuta HeMHOTO HUXKE U
coctapuna 103,8 + 5,6 nueit y camok u 83,3 = 5,7 nueir y camuoB. MHTEpecHO, 4TO
CTaTUCTUYECKH 3HAuMMble pazauuuss Mexay cpegnumu IDK camok u  camios
HaOJI0JATUCh JIUIIH MPU MOHWKEHHOU TeMIIepaType.

PesynpraTtel 1o aHanu3y BbDKMBaeMocTH JimHMH D. melanogaster c¢ pasHbeiM
uH(peKkMoHHbIM ctatycoM 1nipu 25 °C, 29 °C u 16 °C npencrasnensl Ha pucyHke 10. [Ipu
BCeX TpEX TeMIeparypaXx BBDKMBaeMOCTh Myx, 3apaxéHnbix Wolbachia mramma
wMelPop, 6buta Hmke BbDKHBaeMOCTH HewHpuimpoBanHbix ¢ P < 0.001 (Camku npu
25°C: x> =110,d.f. =1; mpu 29 °C: y = 151, d.f. = 1; mpm 16 °C: y* = 117, d.f. = 1. Camupsr
npu 25 °C: 4? = 751, d.f. = 1; npu 29 °C: y? = 240, d.f. = 1; npu 16 °C: = 66, d.f. = 1).
Cnenyer OTMETHUTh, YTO TIOMHUMO HWH(EKIMH, TeMIleparypa TaKXkKe BIMsUIa Ha

BBDKUBACMOCThb MYX. IToBeIlICHHAS TEMIICpaTypa CYECTBCHHO CHU)XKAaJIa BEBIDKUBACMOCTD
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He3apax&HHbIXx Myx (Camxu mpu 25 °C/29 °C: ? = 270, d.f. = 1, P < 0.0001; camus! mpu

25°C/29 °C: y* =407, d.f. =1, P <0.0001), a moHWwKeHHAas 3HAYUTEIHHO YBEIMUNBAIa €
(Camku ipu 25 °C/16 °C: 2 =427, d.f. =1, P <0.0001; camusl ipu 25 °C/16 °C: % = 379,
d.f. =1, P <0.0001). Hamu ObUTO yCTAaHOBJICHO, YTO BEDKUBAEMOCTH CAMOK M CAMIIOB HE
BCEr/la OJIMHAKOBA TIPU OJIMHAKOBOM TeMIepaTypHOM pexume. B ciydae ¢
HEHH(UIIMPOBAHHBIMU MyXaMH CaMKH U CaMIlbl OIMHAKOBO pearupoBaimu Ha 25 °C (y° =
0.03,d.f.=1,P<0.8625), ampu 29 °C u 16 °C camMku BbIKUBaIH JIydiie caMios (> = 6.4,
df.=1,P<0.0143 uy?=125,d.f. =1, P <0.0001, coorBercTBeHHO). OHAKO B CiIydae ¢
WHQUIMPOBAHHBIMI MyXaMH CAMKH M CaMIlbl OIMHAKOBO pearupoBaiu kKak Ha 25 °C, Tak
nHa29 °C (x*=0.02,d.f.=1,P<0.8822uy?>=3.7,d.f. =1, P <0.54, COOTBETCTBEHHO),
HO 1ipu 16 °C camku Takke BeDKMBaH Jrydnie camioB (y- = 13.8, d.f. = 1, P < 0.0002).
Takum o6pa3om, yBenuueHue temiepaTtypsl coaepxkanus ¢ 16 °C go 29 °C npuBogut
K cHwkeHuto cpeaHedl IDK wu  BbDKMBaeMOCTM Kak HMHQUUIUMPOBAHHBIX, TaK U
HenHpUIMpoBaHHBIX MyX. Colep)kaHue MpU TMOHWKEHHOW TeMIiepaType MPUBOIUT K
yBemmueHuto cpenneit DK myx ¢ pasHbiM uHOEKIMOHHBIM craTycoM. Heobxomnmo

OTMETHUTH, YTO BBKMBAEMOCTh caMOK TIpu 16 °C Oblia BbIlIe BEIXKUBAEMOCTH CaMIIOB.

3.2.2. CpaBHUTEJbHbIH aHAIU3 CcpelAHell  MPOJO/LKMTEJLHOCTH JKM3HH M
BBIKHBAeMOCTH WHUUOHpoOBaHHOW W He mHpuuupoBanuoii Wolbachia mramma
wMelPop aunnu D. melanogaster, nmpu coaep:kanuu myx B Teuenue 3, 7 u 13 cyTok
npu mnoBbllleHHOIT Temmnepatype (29 °C) u mocjenyoumeM HX IepeHoce Ha
MOHUKEHHYI0 Temmepatypy (16 °C)

Tect na ITK 3apaxénnbix u Hezapax€Hubix WMelPop camok D. melanogaster w1118
IPOBOAWICA MpHU 4 pa3IudHbIX TEMIEPATYPHBIX pekuMax, o0o3HaueHHbIX Nel, 2, 3, 4.

[Ipu pexxrme Nel Myx moctossHHO coaepskanu npu 16 °C u noiaydeHHbIe JaHHBIE MO UX



67

IX 1 BBIKMBAEMOCTH UCIIONIB30BAIN B KauecTBe KOHTpouis. [Ipu pexumax Ne2, 3 u 4 myx
oOpabaThiBaiy MOBBIIIEHHOW Temmepatypoir 29 °C B Teuenue 3, 7 u 13 nHei,
COOTBETCTBEHHO, 3aTEM MEPEHOCUIN Ha MOHMKEHHYIO0 TemrepaTypy (16 °C) mo monHOH
rudenu HacekoMbIX. Cpennsas IDK HezapaxEHHBIX caMOK M caMIIOB MyX B YCJIOBHSX
MoCTOsSIHHOTO coAepxkanust npu 16 °C cocraBuna 1323 £ 2,6 u 112 £ 3,2 nHei,
cooTBeTcTBEHHO (Tabu. 4, Puc. 11). Y undpuuupoBanusix myx cpeanss IDK causunace 1o
103,8 + 5,6 aueit y camok u g0 83,3 £ 5,7 nHeil y camiioB. B yciioBusix TemnepaTypHOro
pexuma Ne2 cpenusis IDK HenHpUIMpoBaHHBIX CaMOK M CaMIIOB MyX COKpPaTHJach 10
114,9 £4,2 u o 101 + 4,9 nHeii, cCOOTBETCTBEHHO. Y MHPUIMPOBAHHBIX MyX cpeausis [DK
CaMOK JIOCTOBEPHO HE OTJIMYaIach OT KOHTPOJS U cocTaBuia 96,7 = 5,3 naHeid, a y caMIioB
cHU3WIACh Ha 15 % 1o cpaBHEHUIO ¢ MHPHUIIUPOBAHHBIM KOHTpOJIeM, cocTaBuB 71,6 £ 3,3
nusi. [Ipu pexxume Ne3 BozneiicTBue Ha cpeanioro DK HezapakeHHBIX MyX HE 0Ka3aJIoCh
cymecTBeHHee, yeM npu pexxume Ne2. Cpemnsist [IDK camok u camiioB myx coctaBuia 123,8
+ 49 u 98,3 £ 3,7 aus, coorBercTBeHHO. ONHAKO, Y HH(PHUIIMPOBAHHBIX MYyX OHAa
cokpatunack 10 72,1 £ 4,5 nueit y camok u 62,4 + 3,9 nueit y camuos. Ilo cpaBHeHUI0 ¢
JIBYMs TPEABIAYIIUMUA PEXKUMaMU, TPUHAIIATH THEW COACp)KaHWUS TP MOBBIIICHHON
temneparype (Pexxum Ned) okazanmu Oonee cymiecTBeHHOE BiusiHuEe Ha cpenHioro DK
He3apaKEHHBIX CAMOK M CaMIIOB, KOTOpas COCTaBWIJIa, COOTBETCTBEHHO, 77,0 = 7,7 u 75,2
+ 5,6 nHeil. Y WHQUIIMPOBAHHBIX MyX HaOmrogaercs pe3koe cHmxkenue cpeaneit [DK na
75 % y camoxk (28,1 =4,0 nueit) u 85% y camioB (13,2 £ 1,1) mo cpaBHEHUIO C KOHTPOJIEM.

JlaHHBIC, TIOJyYSHHBIE 10 BDKMBAEMOCTH caMok D. melanogaster mpu pa3indHbIx
TemnepaTypHbix pexxumax (Puc. 12), Obumu pa36utsl Ha nBe rpymnmsl. [lepByto rpymmy
UCIIOJIb30BAJIM JJII CPaBHEHUS BBDKMBAEMOCTH 3apaXEHHBIX M HE3apaXXEHHBIX MYyX B

PaBHBIX YCIIOBUAX HX COACPIKAHUA, YTOOBI OLCHUTH BJIHNAHHC I/IH(I)CKLII/II/I Ha OpraHu3m
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X03sMHa. BTOpas rpynma WcCroib30Basiach Uil CPaBHEHHSI BBDKHBAEMOCTH TOJBKO
HCMH(HUIIMPOBAHHBIX MYX, YTOOBI BBISBHTH JEHCTBHE PA3JIMYHBIX TEMIIEPATYPHBIX
pexxumoB. [1o JaHHBIM U3 IEPBOI TPYIIBI BBDKUBAEMOCTh HHPHUIIMPOBAHHBIX CAMOK MYX
ObLIa TOCTOBEPHO HIIKE BBIKMBACMOCTH HEMH(DHUIIMPOBAHHBIX MPH BCEX TEMITEPATYPHBIX
pexumax (Pesxum Nel: X? =117, d.f. = 1, P < 0.0001; Pesxum Ne2: X2 =75,d.f.=1,P<
0.0001; Pexxum Ne3: X2 =194, d.f. = 1, P <0.0001; Pexxum Ned: X? =147, df. =1, P <
0.0001). Ananornynas cuTyanus Habmonanach a1d camuoB Myx (Pesxum Nel: X2 = 66,
d.f.=1, P<0.0001; Pexum No2: X? =96, d.f. =1, P <0.0001; Pexxum Ne3: X% =176, d.f.
=1, P < 0.0001; Pexxum Ne4: X? = 202, d.f. = 1, P < 0.0001). ITo gaHHBIM M3 BTOPOI
IPYIIIIbBI, TI0 CPABHEHHIO C KOHTPOJIEM, 00pabO0TKa MOBBIIIIEHHON TEMIIEPaTypOii OKa3bIBaja
NeHCTBUE HA CAMOK MYX TOJIBKO B cllydae cojep:kanus ux npu pesxxume Ne3 u Ne4 (Pexxum
Ne3: X?=11,d.f.=1, P <0.004; Pexxum Ne4: X? =220, d.f. =1, P <0.0001), a mpu pexume
Ne2 Bozzeiicteue 29 °C 656110 cratucTudecky HesHaunmeM (X2 = 0.35, d.f. = 1, P < 0.84).
B ciydae ¢ camiiaMu MyX MOBBIIIEHHAs TEMIIEPATypa CYIIECTBEHHO BIIMSIIA TPH BCEX TPEX
pexxumax (Pexum Ne2: X2 =129, d.f. =1, P < 0.0003; Pesxum Ne3: X? =64, d.f. =1, P <
0.0001; Pesxum Ned: X2 = 201, d.f. = 1, P < 0.0001). IIpu Bcex 4eTHIPEX TEMIIEPATYPHBIX
pEeKMMaX BEDKHBAEMOCTh CAMOK MYX ObLjIa BBIIIIE BBDKMUBAEMOCTH CaMIIOB HE3aBUCUMO OT
MH(EKIHUOHHOTO cTaTyca: I He3apakEHHbIX MyX — Pesxum Nel: X2 =151, d.f. =1, P <
0.0001; Pexum Ne2: X% =69, d.f. =1, P < 0.0001; Pexxum Ne3: X? =65, d.f. =1, P <
0.0001; Pesxum Ned: X? =17, d.f. =1, P < 0.0001; mis 3apaxéHHbIX MyX — Pesxum Nel: X?
=13.8,d.f.=1, P <0.0001; Pexxum Ne2: X> =57, d.f. =1, P <0.0001; Pe>xxum Ne3: X? =
12.6, d.f. = 1, P <0.0001; Pexum Ned: X? =61, d.f. =1, P <0.0001).

Takum oOpazoMm, TPOBEAEHHBIC NOMYJSAIMOHHBIC uUcchaenoBanus [DK wu

BbDKHBaeMocTu D. melanogaster mokasainu, 4To nepeHoC ¢ MOBBIIICHHON Ha TOHWKCHHYIO



69

TEeMIEPATypy  JEUCTBUTEIBHO CIocoOCTByeT BOCCTaHOBJICHUIO DK KakK
MH(QULIMPOBAHHBIX, TAK U HEMH(QUIMPOBAHHBIX MYX, OJHAKO 3TOT 3((EKT mnpomnaaaer
nocie JiauTensHoro (Oonee 7 mHeit) comepxkanus npu 29°C. i moHMMaHUS TPUYUH
takoro BimsiHUs Wolbachia mramma wMelPop Ha opranm3m xo3smHa OBUTH TIPOBEIICHBI
AIIEKTPOHHO-MUKPOCKOMTUYECKUE MCCIIECOBAHUSL YIbTPACTPYKTYpbl M pacrpeneicHus
Oaktepuii B Kierkax Mo3ra D. melanogaster. Bwibop TkaHm ObUT 00OCHOBaH
ocobennoctrio mccaemyemoro mramma  Wolbachia wMelPop  aktuBHEe Bcero

nposrdepupoBaTh B KJIeTKax Mo3ra cBoero xo3suna (Min, Benzer, 1997).

3.3. HccnenoBanue CTPYKTYPHO# OpraHu3anuyu U pacnpenaesieHusi CHMOMOTHYECKHX
o6akrepuii Wolbachia B kaerkax wmo3ra D. melanogaster mpu pa3au4YHBIX

TeMIePATYPHBIX Pe:KUMAaX ¢ MOMOIIbIO JIEKTPOHHONH MUKPOCKONUH

Kak yxe ymomuHanoch Bbie (cM. rmaBy 1.2.3.3) mramm Wolbachia wMelPop,
MOMHMO KJIETOK PEMPOTYKTUBHBIX OPTaHOB, MBIIII] U CETYATKH, JOKAIU3YETCS B KIETKAX
mosra D. melanogaster (Min, Benzer, 1997). [Tockosibky MO3T SIBJISICTCSI OJJHUM M3 CaMBIX
BXHBIX OPTaHOB IS JKU3HEICATEIHHOCTH OPTaHU3Ma, MOKHO OBLITO MPEAIOIIOKUTE, YTO
aKkTuBHas mponudepanus OakTepuil MMEHHO B MO3TOBOM TKaHU SIBISIETCSI OCHOBHOM
NpUYMHON paHHel rulenn mMyx. B 3amauy Hamiero ucciefoBaHHsl BXOJIWIO HM3y4d€HHUE
Mopdosorun U pacmpeneiacHus OakTepuii B KieTkax mo3ra D. melanogaster npu

Pa3JIMYHBIX TEMIIEPATYPHBIX PEKUMAX.

3.3.1. Mopdoaorus kjeTok mo3ra camok D. melanogaster
OpHoll W3 TepBOHAYANBHBIX 337ad HACTOSMIeH paboThl OBLIO H3YyYeHHE
yabTpacTpyKTypsl Mo3ra D. melanogaster. [1jis aToro HaMm ObLIO HEOOXOUMO OTPAbOTATh

duKcanio TKaHU MO3ra MyX Ui 3JIEKTPOHHOM MUKpockonuu. CpaBHUTEIHHBIN aHATIN3
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pe3ynbTaToB TpEX paznmuuHbix ¢ukcanuid (Puc. 13) (cm. rmaBy Martepuaiibl U METOIbI)
nokasail, 9To (PUKcanus ¢ UCIoIb30BaHueM 2,5 %-Horo riryraposoro anpaeruga va 0,1 M
Na-kakonunaTHoM Oydepe siBIsieTcss Haubosiee ONTHUMAIBHOM, MOCKOJIBKY COXpaHSET
[[EJIOCTHOCTh OpPTaHellJT B IUTOIJIa3Me U HE HapylaeT cTpoeHust ux memopan (Puc. 13 B).

B Tkanu mosra B3pocisix D. melanogaster BeIAensOT HEHTPaIbHBIH KOMILIEKC,
BKJIIOYAIOIIMK B ce0sl aHTEHHAJIbHBIEC JIOJIM M IpUOOBUAHBIE TEJA, @ TAKKE ONTUYECKUE
nonu, taMuny u cetyatky (Puc. 14 a). [Ipu ananuse moji CBETOBBIM MUKPOCKOIIOM CPE30B
MO3ra, OKpalIeHHbIX METUJICHOBBIM CHUHUM, OBLIN BBISBIIEHBI YaCTU MO3Ta, aHAJTOTUYHbIE
IPE/ICTaBICHHON CXeMe, a Takke ObUI0 OOHAPYXKEHO, YTO KJIETKU MO3ra paciojiararoTcsi B
OCHOBHOM I10 Tiepudepun, a IeHTpajbHas 4acTh TKAHU 3aIOJIHEHA WX OTPOCTKAMHU —
nenaputamu u akcoHamu (Puc. 14 6). bonee ToHkoe wHccieqoBaHME C MOMOUIBIO
AIIEKTPOHHOTO MHKPOCKOMNA TO3BOJIUIIO YCTAaHOBHUTH, YTO OOOJIOYKA MO3Tra HMeEeT
TOMOTE€HHOE CBETIIOE COJIEPKUMOE 1 TONHUHY Ha cpe3ax oT 10 go 30 mxm. Tena HelipoHOB
U KJIETKU A (HOPMHUPYIOT CIIOH, JeXkalluii HEMOCPEACTBEHHO MO/ 000JIOYKOM Mo3ra
(Puc. 14 B, 1). lanee, G11ke K IGHTPY, pacoiaracTcsi HEHPOIUITh, KOTOpast IPEICTABISET
CIJIETEHUE OTPOCTKOB HEPBHBIX KJIETOK WIH (ICHAPUTOB 1 akcoHOB) (Puc. 14 B, 1), a Taxxke
KIeTOK riauu (cM. Hmke). Pucynku 15-18 meMoHCTpuUPYIOT MOpPQOJIOTHIO HEHPOHOB,
KJIETOK T'JIMM U HEPOIIUIIU, KOTOPbIE SIBISIOTCS OCHOBHBIMU COCTABIISIOIIMMH TKaHU MO3Ta
MyX.

B Tene kax10ro HeHpoHa pacroaaracTcs KpynHoe OBAJIbHOE WIIM BBITIHYTOE SIPO C
HEOOJBIIMMYM HMHBAarMHANUAME siiepHOit oOomouku (Puc. 15). B sampax HelipoHOB
BBISIBJIIETCS, KaK MPaBUIIO, OJTHO, pexe nBa sapeimka (Puc. 15 6, B) u nHor1a HeOobIme
KOMIAaKTHbIE TAbIOKM XxpomaTtuHa. KommnoneHTsl rnagkoro OIIP mnpencraBieHb

OJIMHOYHBIMU MeMOpaHamu U ny3bslpbkamu (Puc. 15 B), B To BpeMs kak mepoxoBaTsiii DI1P
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dbopMupyeT KpyITHbIE CKOIUICHUS mapauieabHbix muctepH (Puc. 16 a). Tena uelipoHOB
cojepxkar xopouio pa3Butbidi anmapar ['onpmiku (Puc. 16 6). B murtomnasme uacto
BCTpeyaroTcs crenupuyeckue Melkue HeiipocekpeTopHblie rpanyisl (Puc. 15 6, B u Puc.
16 6). MuennHoBbIE 000JIOUKH pa3HOW TOJIMHBI XOPOIIO BUIHBI HA MONEPEUHBIX CPE3ax
akcoHoB (Puc. 16 a) u mHor;ma Bokpyr Ten HeipoHoB (Puc. 16 B). IluTorurazma KieTok
COJICP)KUT TUIIUYHBIE MUTOXOHPHUH C XOPOIIO Pa3IMUUMbIMU Y3KUMHU KpucTamu (Puc. 16
T, 1).

Knetkn rnmmm, Kak H3BECTHO, 00ECIEUMBAIOT TPOPUYECKYIO, TPAHCIOPTHYIO U
onopHyio GyHKIMH, HeoOXoauMble st padboTel HeiipoHoB (Meyer-Franke et al., 1995).
OTH KJIETKH UMEIOT, KaK MPaBWIIO, 3BE3AUATYI0 (POPMY M YaCTO PacMojaraoTcs MExXIy
HEHpPOHAMU, C KOTOPBIMU OHU TeCHO KOHTakTupyrooT (Puc. 17 a — B). Ilo cpaBHeHuto c
HEHpoHaMU, sipa KIETOK TIWU COJepKaT Oojiee KOMMAKTHbIE U KPYIHBIC TIBLIOKU
xpomatuHa (Puc. 17 r). HeoOxoaumMo OTMETHTH, UYTO WHOT/A B SApaxX KIETOK TJIUU
00Hapy>KUBAIUCH PETYJISIPHO PACIIONIOKEHHBIE BUPYCHBIE YACTUIIBI, TOT/Ia KaK B HEUPOHAX
ux obHapyxkeHo He Obuto (Puc. 17 r, 1) TecHbIe KOHTAKTHI KJIETOK IJIUU ¢ 000J0YKaMU
AKCOHOB HEWPOHOB CBS3aHBI C MPOIECCOM (POPMUPOBAHUSI MHUEIMHOBOM OOOJOYKH, B
o0pa3oBaHUU KOTOPOM OHU, KaK U3BECTHO, MpUHUMaIOT yuactue (Puc. 17 e).

HelipoHbl ¥ KJIETKM TJIUU COCTAaBJISIOT JIMIIb HEOONBIIYI0 YacTh MO3ra
D. melanogaster. OcHoBHYIO ero maccy (QOPMHPYIOT HEUPONWIH, 3aHUMAIOIIHE
neHTpanbHbie oonactu (Puc. 18 a). Ha cpese Heliponuin MOKHO BUIETh MHOKECTBO TECHO
KOHTAKTHPYIOIUX akCcOHOB M AeHaputoB (Puc. 18 0). B nuromnmazme akcoHOB 4acTo

00HapyKNUBAIOTCSI MUTOXOHIPHH.
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3.3.2. YabTpacTpykrypa u pacnpeaenenue Wolbachia B kierkax mosra camMok
D. melanogaster, conep:xammuxcs npu 25 °C

[Tpu ymepennoit temmneparype (25 °C) B kierkax mosra D. melanogaster w1118
BCTpedanuch tTunmaHble OakTepun Wolbachia kokkoumHOM WITH AIOYKOBUIHONW (OPMEI
CO CPEHUM JUAMETPOM OKOJIO 1 MKM, OKpYXEHHBIE TPEXCIOMHOM 000JI0UKOM, B KOTOPOI
paszuyaInch JIBE€ BHYTPEHHHE MeMOpaHbl OakTepwil (KJIETOYHAsl CTEHKA) U BHEIIHIOIO
MeMOpaHy Xxo03siickoro npoucxoxaenus (Puc. 19 a, 6). Wolbachia coxepskanu 6onbiioe
KOJIMYECTBO pUOOCOM U UEHTPAJIBHO PACIMOJIOKCHHBIH JAMCIEPCHBIM  XPOMAaTHH.
HuTepecHo, 4TO B KIETKaX MPUCYTCTBOBAIN OAKTEPUH C TEMHBIM M CBETIIBIM MAaTPHKCOM
(Puc. 19 B), a Taxke HaOMIOAANCSA TECHBIM KOHTAKT MEXAY HapYXHBIMH MeMOpaHaMH
obomouek  Oakrepuit. B  kierkax BeuBsuiMch  Aensmmecs  Wolbachia,  uto
CBUJIETEIILCTBOBANIO O HOPMaIbHON (DYHKIIMOHATBHOU akTUBHOCTU OakTepuii (Puc. 19 1).

OOmuii Ka4eCTBEHHBINH SJIEKTPOHHO-MUKPOCKOMMYECKUI aHalu3 IMOoKa3ad, 4To
oakrepun Wolbachia Bcrpedatorcst B ocHoBHOM B HelipoHax (Puc. 20 a — B) U kiieTkax
riinu (Puc 20 B), a Takke UHOTAA B MEXKIIETOUHOM MpocTpancTse (Puc. 20 1) Tkanu Mo3ra
D. melanogaster. Ha cpe3ax akCOHOB W JCHAPHUTOB OakTepuii oOHApYKEHO HE OBLIO.
CrnemyeT OTMETHUTh, YTO IUIOTHOCTh OakTepWil B LUTOIUIA3ME TeJl HEUPOHOB CHIIBLHO
BappupoBaiga OoT 1-50 SHAOCHMMOMOHTOB Ha KIETKY /0 OOJIBIIUX CKOIUICHHH, 4acTo
3aIMOTHSIIONINX BCIO IUTOIUIA3MY HECKOJIBKUX ONM3Nexammx KieTtok. Pucynok 20 a — B
JIEMOHCTPUPYET TPU THUIA HEWPOHOB: MEPBBIA TUI — HEHPOHBI C HU3KUM COJEpKaHUEM
Wolbachia (ot 1 mo 10 Gakrepuii Ha cpe3 Tejaa HEHpOHA); BTOPOW THUIT — HEHPOHBI CO
cpenHeii ruioTHOCThIO Oaktepuii (10 — 50 GakTepuit Ha cpese Tena HeHpoHa) U TPETUi THIT
— HEWpPOHBI C MAaKCUMAaJbHOUN TJIOTHOCTHIO OakTepuii (6osnee 50 GakTepuit Ha cpe3 Tema

Helpona) B ruToruiazme. Muorna 6onbive ckorienus Wolbachia moriu 3anumats Bcro
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UTOIUIa3My HECKOJNBbKUX Onm3nexamux HeiipoHoB. B kierkax rimm (Puc 20 1) yucio
OakTepuii TakkKe BapbUPOBANIO, OJHAKO Takoi BhIcOkoW mioTHocTH \Wolbachia, kak B
TeJax HEWPOHOB TPEThEro THUIMA, B HUX OOHapyxkeHo He Obulo. [Ipm HOpMmanmbHOU
Temneparype cojepxxanus Myx (25 °C) B TkaHH Mo3ra Han0oJiee 4acTo BCTpeyasicsi BTOPOi
Tun HeiipoHoB. Hapsay ¢ stum m3penka BwsBIsUIMCH 3anonHenHbie \Wolbachia tenma
HEHWPOHOB (TPETUI TUI pacIpeesieHns]). XapaKTep pacupeeneHus OakTepuil B KIeTKax

MO3Ta ONTHYECKUX A0JeH U HCHTPAJIbHOTO OTACJIAa HC pa3JIndajICA.

3.3.3. YabTpacTtpykrypa um pacnpeaeaenue \Wolbachia B TkaHm Mmo3ra camok
D. melanogaster, conep:kamuxcsi mpu noBbimeHHoi Temmeparype (29 °C)

DKCHEepUMEHT 10 BO3/ICHCTBHUIO MOBBIIIEHHON TEMIIEpaTyphl Ha MYX, TPOBOUMBII B
TaHHOW paloTe, BKIIOYad B ce0s HECKOJIBKO TOYEK (UKCAMM TKAaHW MO3ra s
AIIEKTPOHHOW MHUKPOCKOMHH. ODTO TOYKM OBUIM B3SThl Ha OCHOBAHHHM PE3YJIHTaTOB
MOMYJIIIMOHHOTO aHAJIN3a BEDKUBAEMOCTH CaMOK MPH MX IMOCTOSHHOM COJCPKaHUH TPU
29 °C. IlepByro Qukcaiyo MpoBOIMWIN HAa 3-U JA€Hb COAEPKAHUS, TOCKOIBKY 3aMETHBIX
U3MEHEHHM B BBDKMBAEMOCTH MYyX JIO 3TOro Imepuoja He Halmoaanock. Bropyro
¢buKcanuo BBIMOJIHSIM Ha 7-0i eHb, KOTJa HauMHAJIAch TMOENb CaMOK, a MOCJIEIHION
bukcauo mpoBoawSM Ha 13-b1ii 1eHb, Koraa ~ 50 % ocobeil B MOMYJISAIMH ITOTHOJIO.
Taxum 00pazom, BEIOpaHHBIE TOUKU (PUKCALMU TTO3BOIWIN ONPEACITUTh, YTO MPOUCXOINUT
C KJIETKaMHU MO3Ta 1 OaKTepUsiIMU Ha pa3HbBIX Tarax IUHAMUKH MOMYIISIINA MYX.

[Tocne 3-X qHElN BO3IEUCTBUS NOBBILIEHHON TEMIIEPATYPHI YIBTPACTPYKTYpPA KIETOK
Mo3ra He oTindanack oT takoBod mpu 25 °C (Puc. 21 a, 6). Kak u npu 25 °C, game
BCTpeyanuch HelpoHsl BToporo tuna (Puc. 21 B). Pacnpenenenue OakTepuii B KieTKax
TJIUM OBUTO TakKe aHanmormdHbIM KoHTposto (Puc. 21 T). Ilpu comepkaHum camok mpu

MOBBIIICHHOW TeMIIepaType B T€UCHHUE 7-MU THEH MOPQOIOTHs HEMPOHOB U KIETOK IITHU
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HE U3MEHSJIach MO CpaBHEHUIO ¢ KoHTposieM (Puc. 22 a, 6). Yame Habmonamicey 6obinme
CKOILJICHUs OaKTepuH, 3amOJIHSIONIUE MPOCTPAHCTBO HECKOJBKUX OJIM3JIEKAIINX KIETOK
Mosra (Tpetuii Tun HelipoHoB) (Puc. 22 B). Berpeuanoch Takke MHOXECTBO HEHPOHOB
BTOPOTO THUMAa M PEAKO mepBoro Tuma. HeoOXxoaumMo OTMETUTh, YTO HMHOTAA Cpeau
OOJBIIOTO CKOIUICHHSI OaKTepUi BBISBISUINCH MATOYKOBUAHBIC AJIEKTPOHHO-TIJIOTHBIE
CTPYKTYphI, HalOMUHAaIIKe pazpymaromuecs: 6akrepuu (Puc. 22 r). Ha 13-b1i1 genb
BozneicTBuss 29 °C, mpu coOXpaHEHHHM YJIbTPACTPYKTYphl KIETOK MO3ra, B HHX
HaOJII0JaINCh MHOTOYHCIIEHHBIE KpymHble ckomieHus Wolbachia (Puc. 22 1), u gacto
BCTPEYAIHCH JOBOJBHO OOJIBIIINE arperaThbl JJIEKTPOHHO-TIOTHBIX CTPYKTYp (Puc. 22 e).
Takum oOpa3zoMm, yBEeNWYEHHE BpPEMEHU COJEpKAHUS CaMOK IMPU TMOBBIIIEHHOU
TEeMIIEpaType BBI3BIBATO (POPMUpPOBAHUE OOJIBIIOTO KOJUYECTBA AIEKTPOHHO-TUIOTHBIX
CTPYKTYp, HAIIOMUHAIOIIUX JACTPaIUpyIoIIe OakTepun. Y IbTPacTPYKTypa KIETOK MO3Tra

MYX COXpaHsAJIaCh IMPHU BCEX MCCICAOBAHHBIX TCMIICPATYPHBIX PCKUMaAX.

3.3.4. UccnenoBanme yJabTpacTpyKTypsl u pacupenenenust \Wolbachia B Tkanm mo3ra
D. melanogaster npu nonm:xennoi remneparype (16 °C)
DIIEKTPOHHO-MUKPOCKOIMYECKUI aHAIN3 KOHTPOJILHOM JIMHUU MYX, COJIepKalleics
noctosiHHO npu 16 °C moka3zan, yto Ha npoTskeHuu 30 aHel Mopdosorus HEHPOHOB U
KIeTok riauu He Hapymaetrcs (Puc. 23 a, 6). YasTpactpykrypa OakTepuid M HX
pacnpejiesieHre B KJIeTKaX MO3ra CyIIeCTBEHHO HE MEHSUIMCh [0 CPABHEHUIO C KOHTPOJIEM
npu 25 °C (Puc. 23 B, ). B Tkanu Mo3ra BcTpeyaiuch B OCHOBHOM HEMpPOHBI MEPBOrO U
BTOpOTrO Tuma. Penko BBIABISIIUCH OOJNbINNE CKOIUICHHs Oakrtepwii. MHOrma cpemun
TUNUYHBIX OakTepuii BcTpewanuch Wolbachia, nexarmme mox oOmeH HapyKHOM
memOpanoit (Puc. 23 B). B kneTkax rmu miaoTHOCTh OakTepuil HE BapbUpOBaJa U

cocrtasiisia He Oonee 1 — 10 6akrepuit Ha kietky (Puc. 23 r).
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3.3.5. Pacnpenenenue Wolbachia B kierkax mo3ra D. melanogaster mpu coaep:xkanuu
MyX Ha NOBbIIeHHOW Temmepatype (29 °C) m mocieaymomeM HX IepeHOCe Ha
noum:keHHyo (16 °C) remneparypy

CormacHo [aHHBIM TOMYJSLMOHHOTO aHanu3a, Ha 30 JeHb conep)KaHUs
UH(GUUIMPOBaHHBIX MyX Mpu 16 °C 6e3 Bo3eHCTBYS MOBBIIIEHHOHN TeMIepaTypbl Horudan
b 1 % ocobeit. Ha 30-b1if 1eHs ipu 3TOM ke Temrepatype mnocie 3 1Hel BO3AeHCTBUS
29 °C tubno 2 % wmyx. Ilocme 7 mHel BO3ACHCTBHS TOBBIIICHHON TeMIEpaTypoul u
nepenoca Ha 16 °C, Ha 30-b1if nenp morubano yxe okosno 10% HacekoMblX, a mociue 13
nHer — Oosee monoBuHEI (60%). [lomoOHas quHaMKKa BEDKMBAEMOCTH MYX OOyCJIOBHIIA
BBI0Op TOUKH (ukcaiuu (30 qmeHp) 00pa3ioB Mo3ra I dJIEKTPOHHON MUKPOCKOITHH.

YibTpacTpykTypa KieTok mosra D. melanogaster mocne 3 aHel comepikaHust mpu
MOBBIIIEHHOW TeMIlepaType He M3MEHSJIach MO CPaBHEHHUIO C KOHTPOJEM (ITOCTOSHHOE
conepxkanue mnpu 16°C) (Puc. 24 a, 6). Turp OaxkTepuii B KJIETKax MO3Ta,
MPEUMYIIECTBEHHO B HEHpPOHAX, HEMHOTO yBenu4uBayica. YacTo BcTpedanuch HEHPOHBI
BTOPOTO THMA, W CHWXKAJIOCh KOJMYECTBO HEHPOHOB TMepBOro Tuma. bakrepuun
00pa30BBIBAIM TUIOTHBIC CKOTUICHUS, 3aHMMAOIINE WHOT/Ia MPOCTPAHCTBO HECKOJIBKHX
kietok (Puc. 24 B). B xierkax riuu miotHocts Wolbachia ocraBanack HeM3MeHHOM 110
cpaBHeHHUIO ¢ KoHTpoJieM (Puc. 24 r).

[Tocne 7 nueit conepxanusg myx mpu 29 °C ynbTpacTpyKTypa HEHPOHOB U KIIETOK
IJIUK He oTiinvanack oT koHtpousis (Puc. 25 a, 6). Yeenmnuenue xonudectBa Wolbachia
MPOUCXOAWIO KaK B Tellax HEeWpoHOB, Tak W riauu (Puc. 25 B, r). baktepun B Temax
HEHPOHOB (POPMUPOBAIH TJIOTHBIE CKOIUICHHUSI, 3aHUMAIOIINE MPOCTPAHCTBO HECKOIBKUX
Onmu3nexammx KIeToKk. Ha TpaHWIle CKOTUIEHWH WHOTJA BBISBISUIMCH PACIIMPCHHBIC

MEXKJIETOYHBIE MOJOCTH, 00pa3yoInecs, BO3MOKHO, B PE3yJIbTaTe Pa3pyLIEHHs KIETOK
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MO3ra BCJICJICTBUE aKTHUBHOU mponudepanun Oakrepuit (Puc. 25 B). B »Tux ydactkax
uHoraa HaOmonamcs Wolbachia. B kiretkax rimm koinmdecTBo 6akTepuil BAPHHPOBAIIO OT
1 mo 15 u Gonpmux ckoruieHUH He oOHapyxuBanochk (Puc. 25 r). B Tenax HelipoHOB
nomMuMmo TUnUYHBIX Oaktepuit Wolbachia co cBernpiM  MaTpukcoM, HaMu ObLIH
0oOHapy>KeHBI NEKTPOHHO-TUIOTHBIE CTPYKTYPBI ¢ TPOHHOM 00070YKOM, HAIIOMUHAIOLIUE
nerpanupytomue 6akrepun (Puc. 25 n).

[Ipu conmepkanuu Myx B TeueHue 13 nHeW Mpu TMOBBIIMIEHHON TeMmmeparype u
nocieayomeM Hux mnepeHoce Ha 16 °C yapTpacTpykTypa KIETOK MO3ra TOYTH He
u3mensiace (Puc. 26 a, 6), X0T4 B siipax HEUPOHOB MOABISUIMCH MHOTOUYHUCIICHHBIE TIIBIOKH
KoMIakTHOro XxpomatuHa (Puc. 26 a). bakrepun o06pa3oBbIBaid OOJBIINE CKOTICHUS,
3aHUMAIOIIHNE TMPOCTPAHCTBO HECKOJIBKUX KIIETOK, B OCHOBHOM HeipoHoB (Puc. 26 B).
[ToMMMO THNHYHBIX CKOIUIEHWH OaKTepuil, 4acTO BCTPEYAIHCh KPYIHbBIE CKOILICHUS
AIIEKTPOHHO-TJIOTHBIX CTPYKTYP, KOTOpbIE O0HAPYKUBAIUCh TAKXKe M0 0007I0YKON MO3ra
D. melanogaster (Puc. 26 r, a). Kpome TOoro, B 3Toi 00JacTH BBISBISUINCH
MHOTOYHCIIEHHBIE (PparMeHThl Pa3pyIICHHBIX KIETOK.

Takum oOpa3zoM, MPOBEAEHHBIE UCCIEAOBAHUS MOATBEPAMIN, YTO BBISBICHHBIN C
MOMOIIBIO TOMYJISIIMOHHOTO SKCIIEPUMEHTA Mepuol coaepkanus myx mpu 29 °C (7 — 13
nHer) sBisieTcss kputhueckuM. [locnme 7-mMu qHEW  BO3JCHCTBHSI  TTOBBIIMICHHOM
temrepatypsl kK 30-my qHIO copepkanus Myx mipu 16 °C yBenTUYMBAIOCh YUCIIO OOJBIINX
CKOIJIEHWU OakTepuili (HEMPOHOB TPEThEro THMA), a Tocie 13-Tu JgHEH BO3IEUCTBUS
BBISIBISIIUCH KPYIIHBIE arperaThl 3JE€KTPOHHO-TUIOTHBIX CTPYKTYp, MPEIINOI0KUTEIBHO

JETPaANPYIONIUX OaKTepHil, BBIXOISAIINX MO 000JI0UKY MO3Ta.
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3.3.6. T'ereporenHoctb MOpPGOJOrHYeCKHX THUIOB OaKTepud MW 4YacTrora HX
BCTpPe4YaeMOCTH B KJETKax MO3ra MyX, CcoJAep:Kalluxcsi TPpH Pa3IuYHbIX
TeMIePaTyYPHbIX pesKuMax

DNEeKTPOHHO-MUKPOCKONMYECKUI aHAIU3 MOKa3al, YTO pa3JInyHble TEMIIEpAaTypHbIE
pexxumbl  cofepkanust D. melanogaster cmocoOCTBYIOT HW3MEHEHHIO MOP(OIOrun
oaktepuit Wolbachia, mo-pasHoMy pearupyromux Ha MEHSIONIMECsS yCJIOBUS cpeasl. Ha
pucynke 27 mnpenctaBieHsl Qororpaduu pasHOOOpa3HbIX MOP(HOIOTrHYECKHX THIIOB
Wolbachia ¢ HapyIeHHsIMHA THITHYHOTO CTPOCHUs, HAOMIOAaeMbIe B KJIETKAX MO3Tra MpH
Pa3NMYHBIX TEMIIEPATypHBIX peXUMax cojepkaHus. OHHM BKIIOYAIOT: OaKTEpUH C
pacIIUpEHHBIM BaKyOJEMOJOOHBIM TMPOCTPAHCTBOM MEXKAY KIETOYHOM CTEHKOW U
HApY)XHOH T1a3mMaTHueckoir MemOpanou (Puc. 27 a, 6); Wolbachia ¢ Besukyssiueit
memOpan (Puc. 27 B); OakTepuu ¢ TEMHBIM MAaTPUKCOM, OKPYKEHHbIE HECKOJIBKUMU
memOpanamu (Puc. 27. 1), a Takke odensb kpymuabie Wolbachia co cBetinsiM matpukcom
(Puc. 27 n); yBenuyeHHbIC B JUIMHY OaKTEPUH aTUMUYHON (HOPMBI, HHOT/IA JIeKAIUE MO
o0mieit MemOpaHoii ¢ apemnsieiics 6akrepueit (Puc. 27 e); rpymnmbl 6akTepuii, OKpyKEHHbIE
obrmreir HapyxHoi MemOpanoi (Puc. 27 k), a take Wolbachia ¢ BeimsunBanuem
KJIeTOYHOM 00osiouku (Puc 27 3).

[Tomumo pazHo0Opa3HBIX MOP(OITOrHUECKUX TUITOB (PYHKIIMOHUPYIOUIUX OaKTepHil,
U3 TOJIYYEHHOTO MaTepHaja Mbl BBIICTHIIN Pl UX Aerpaaupyomux GopMm. K HUM MokHO
OTHECTH OaKkTepuH, KOTOpble ObUIM OKPY>KEHbl MHOXECTBOM MeMOpaH M HMeIu
CYIIIECTBEHHBIC HapyIIeHUs B CTpyKType (Puc. 28 a), 6akTepun ¢ TOMOT€HHBIM MaTPUKCOM
¥ HapyIIEHHOW WeNOoCTHOCThI0 obOomouku (Puc. 28 0, B). MHorma BcTpeuanuch
paspymraromuecs:  Wolbachia Buytpu kpymHoii Bakyonu (Puc. 28 r). Opnoit u3

pacmpoCTpaHEHHBIX  JAETPagupyromux  (GopM  SBISUIMCH  DJIEKTPOHHO-TUIOTHBIE
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Oaktepronoo0HbIe (OPMBI, KOTOPbIE 0OHAPYKUBAIMCH WU B cKoruteHusix (Puc. 28 n),
i nooauHouke (Puc. 28 €). Mbl ux oTHecu k bakTepusM u3-3a ux cxojactsa ¢ Wolbachia
0 HATMYUIO TPEX-CIOWHON OOOJIOUKM M WX JIOKAJIHM3AIMU B CKOIUICHUSX OaKTepUu.
BeisBnsinces OakTepun ¢ yrnjaoTHEHHEM MaTpukca B neHTpe (Puc. 28 x), niam Oakrepuu
KOHTAKTHpyOIIue ¢ IUIOTHBIM TenblieM (Puc. 28 3). Ortmewamucs Wolbachia ¢
pa3pexeHHbIM MatpukcoM (Puc. 28 u). Berpeuanucs 6akTepun ¢ 3JIEKTPOHHO-TLIOTHOM
BHemHell MemOpanoit (Puc. 28 k), a Takke C ydacTKamMH IUIOTHOTO MaTpHKCa,
PacIoIoKEHHOT0 TUCTIEPCHO 10 Beel kietke (Puc. 28 ).

AHanu3 opraHu3alliy TEPEYHMCIECHHBIX BbILIE AECTPAAUPYIOIMIMX (OPM MO3BOJIMI
BBIJIENTUTH TIEPEX0IHbIE (OpMBI OaKTepUil B IIpoliecce MOCIeI0BATEIBHOTO U3MEHEHHS X
Mopdoinoruu u cTpykTypsl (Puc. 29). [log OykBamu a-e Ha pucyHKe 29 mepequclIeHbI
OJIMHOYHBIE TIepexoaHble (OpMBI OakTepwii B TpoIEecce UX TMpeBpalieHHus B
NAJOYKOBUAHBIE 3JIEKTPOHHO-IUIOTHBIE (opMupoBaHUs. B camoMm Hauane mpoucxonuT
Menkoe oauHouHoe yroTHeHue (Puc. 29 a), 3atem (GopmupyrOTCS MHOXECTBEHHBIC
ANIEKTPOHHO-TUIOTHRIE yuacTku (Puc. 29 0). [lanee mpouCXOIUT MOCTENEHHOE CYKEHUE
KJIETKH U 00pa30BaHUE MAJTOYKOBUIHOU AJIEKTPOHHO-TUIOTHOM cTpyKTYphI (Puc. 29 B-x).
®unHanpHON cTamueil sBisieTcs: popMUpoBaHUE BAaKyOJId BOKPYT 3JIEKTPOHHO-TIOTHOTO
tensiia (Puc. 29 e). Ilon OykBamu orc-u Ha pUCyHKE 29 TpeACcTaBlIE€HBI MEPEXOIHBIC
W3MEHEHUS, TMPOUCXOJISIINE C TPYMIOW OakTepui, Jekalux Mo oOIell MeMOpaHOM.
CHauana CTpyKTypbl OakTepuii emé xopoio paznuaumsl (Puc. 29 x), 3aTem nmpoucxoaut
UX MOCTeNneHHas aerpaaanus nyrém imsuca (Puc. 29 3), 0601049Kky pa3pymaroTcsi, KIeTKA
C)KMMAIOTCS, ¥ B UTOTE 00Pa3yIOTCs 3JICKTPOHHO-TUIOTHBIE cKorieHus (Puc. 29 n).

Ha ocHOBaHuU pe3ynbTaTOB HMCCIEAOBaHHS M3MEHEHUN Mopdosoruu OakTepuil u

KJIETOK Mo3ra, s Oojiee HArisAHONM JIEMOHCTPAaLlMW BIUSHUS TeMIepaTyp Ha
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YIBTPACTPYKTYPY KJIETOK MO3Ta U OaKTepHUH M0 pe3ysibTaTaM KaueCTBEHHOTO HAOIIOIEHUS
HaMu OBUTM COCTaBJIEHBI JIBE UTOTOBBIE TaOMUIbl. B Tabmuue 5 npeacraBiieHbl JaHHBIE O
BCTPEUAEMOCTH pa3pylIeHHBIX KJIETOK H pacnpenenenun Wolbachia B Tkanu mosra
D. melanogaster w1118 mnpu pa3nuuHbIX TEMIEpPaTypHBIX pexumax. Tadmuma 6
OMKCHIBAET MPHUCYTCTBUE IENAIIMXCS PHIOCUMOMOHTOB, OaKTepUil Ha Pa3HBIX CTAAUIX
Jerpajallud ¥ pa3pylIEHHbIX OakTepui B KJIETKAaX MO3Ta MyX, COJEpKalluxcs Mpu
Pa3IUYHBIX TEMIIEPATyPHBIX YCIOBUSX.

Takum oOpaszom, mpu coaepkanuu Myx npu 25 °C OGakTepuu MPUCYTCTBOBAIU
MIPEUMYIIECTBEHHO B TelaX HEUPOHOB, PACIOJIOKEHHBIX Ha Mepudepur ONTHUYECKUX
JoJied W ILEHTPAIbHOTO OTAeNa Mo3ra MyxX. HeWpoHBl OTIIMYaNHCh O TUIOTHOCTH
pacrpeesieHusl YHAOCUMONOHTOB. BeTpedannch KIETKH ¢ HU3KOHM, CPeHE U BBICOKOM
TUIOTHOCTBIO PACIONIO’KEHUsT OakTepwii B muroruiazmMe HeiponoB. Wolbachia taxoke
00HapyKUBAJUCh B KJIETKAX MK U MEKKJIETOYHOM ITPOCTPAHCTBE M0 0007I0YKOIN MO3Tra.
Conepxanue camok mpu 29 °C mpUBOIXIIO K YBEIHUYCHUIO TUTPa OaKTepUil B IIUTOILIaA3MeE
KJICTOK Mo3ra, ojHako kapTmHa pacnpenenenus Wolbachia mo stum  wietkam
coxpansimack. K 13-my J1HIO colepkaHusi MyX IIpM TOBBIIIEHHOW TeMIepaType
yIbBTPAaCTPYKTypa  HEHPOHOB  HEMHOTO  M3MEHSJIACh,  MOSBISUIUCH  TJIBIOKU
rerepoxpoMaTdHa B WX sapax. [lpy aIuTeabHOM BO3ACHCTBUM  MOBBIIIEHHOU
TEMIIEpAaTypbl Ha MyX MPOUCXOJUJIO YBEIMYECHHE KOJIMYECTBA AJIEKTPOHHO-TUIOTHBIX
MaJOYKOBUAHBIX CTPYKTYP, JISKAIIUX B OOJBIINX CKOIUICHUSX OaKTepUid, 4TO OCOOEHHO
oTMeuanoch Ha 13-w1if nens. Hamu ObuTH BBIJEICHBI pa3IMYHBIC JIErpaupyronme GopMbl
OakTepui, a TAaKXkKe MPEeJUI0KEHBI BOSMOXKHBIC IMTyTH UX (HOPMHUPOBAHUS (CM. IPUITOKEHUE,
puc. 28, 29). Ilpu kpaTkoBpeMeHHOM (1m0 3-X nHei) BozaeiicTBuu 29 °C Ha MyX H

nociuenyomeM ux nepeHoce Ha 16 °C ormeuanoch ysennuenue [DK. Ilpu stom



80

Mopdonorust 6akTepuil U UX pacrpeielieHne 0CTaBaIaCh HEM3MEHHBIM 10 CPaBHEHUIO C
koHTposieM nipu 16 °C. BosnelicTBre e TOBBIIEHHOW TeMIlepaTypsl B Teduenne 7 — 13
JHEW U mocieayomeM nepesoce Myx Ha 16 °C npuBoauio K MOSBICHUIO 3JIEKTPOHHO-
IUIOTHBIX CTPYKTYP U BBIXOAY MX CKOIUIEHHU MOJ OOO0JIOYKY MO3ra, MPOUCXOISIIEMY

nocie 13-tu nHel coaepskaHus HaceoMbIx mpu 29 °C.

3.4. Pacnpenesenune cumoOuoTmueckux Oaxrepuii Wolbachia B kierkax wmo3ra
D. melanogaster Ha pa3HBIX CTaaHsIX KH3HEHHOro mukiaa mpu 25 °C u 29 °C,

HCCJIEIOBAHHOE € TIOMOIIbI0 KOH(POKAJIbHOH MUKPOCKOIIMHU

dnyopectienTHass THOpuaM3anus IN  SitU  SBISETCS COBPEMEHHBIM, IIIUPOKO
pacrpoCcTpaHEHHBIM U HAJIEKHBIM METOIOM BU3YyaIH3allMi CHMOMOHTOB B TKaHSIX OPTaHOB
*KUBOTHBIX. C TIOMOIIBIO HEr0 MOXKHO TMOJIYYHTh TOYHBIE IaHHBIC O pacIpeielieHuu

OaKkTepuil B TOM WJIM UHOM OpTaHe XO3sIMHAa.

3.4.1. Jerexmusi Wolbachia mramma wMelPop B kieTkax meHTpajbHOH HepBHOW
cuctemsbl D. melanogaster

Ananu3 uentpainbHoi HepBHOW cucteMbl (LHHC) nuumnoxk 3-ro Bo3pacta
BBITTOJTHSIJICS C MTOMOIIBIO TOTATLHON ()IIYOPECHCHTHOW THOpuan3anuun in Situ Ha S-bIid 1
7-oi1 mau paszsutus npu 25 °C u 29 °C. Tkanb Mo3ra B3pOCIIbIX CAaMOK (HAATJIOTOYHBIA U
MOATJIOTOYHBIN TaHTuK) Obla MpoaHalIu3upoBaHa Ha 1-pii, 3-mif, 7-oil u 13-b1ii qHU
nocJie BpuieTa uMaro (cM. Marepuaisl u metoasl, Puc. 7).

Jns BeisiBienus Oakrepuit Wolbachia B Tkann mo3ra camok D. melanogaster w1118
MBI TIPOBOJIAIIN TOTAIBHYIO ()IYyOPECHECHTHYIO THOpUAM3aNKIO IN SitU ¢ KCIOIB30BaHUEM
Oakrepuocnenuduunoii nmpodsr EUB338. Jlns mpoBepku NpaBUIIBHOTO CBS3BIBAHUS
npoObl ObUTM TIOCTaBJIeHBI oOTpulaTeiabHble KoHTponu (Puc. 30). Hu B omHom wu3

OTPHIIATEIBHBIX KOHTPOJIEH CHEM(PHUECKOTro curHana BoisiBineHo e 6s10 (Puc. 30 6, B).
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Jlnst mpoBepku npucytcTBus Apyrux kpome Wolbachia Bunos 6akrepuii B opranusme Myx,
MBI TPOBEIH JBOHHYIO (DIyOpECIEHTHYI0 THOpHIM3anuio IN Situ, ¢ HCIOIB30BaHUEM
Wolbachia cneruduuanoit mpoosr u mpoosr EUB338 (Puc. 31). Hamoxenue moaydeHHBIX
CUTHAJIOB CBHUJIETEIBCTBYET 00 OTCYTCTBUHU IPYIMX BHIOB OaKTepuil B HCCIEAyeMOM

muann D. melanogaster.

3.4.2. Pacnpenesienne u TuTp 0akTepuii Wolbachia B ki1eTkax HeHTpaJILHOI HEPBHOM
cucTeMbl JHYHMHOK 3-r0 Bo3pacta D. melanogaster mpu 25 °C u 29 °C

[Tocne mpeaBapuTenbHOTO UcchaeaoBanus okanu3anuu Wolbachia B Tkanu mo3ra
MyX C TOMOIIBI0 (hIyopecieHTHON rubOpuau3amuy in Situ OBLIO YCTaHOBICHO, YTO
HEPBHBIC KJIETKHU CYIIECTBEHHO OTIMYAIOTCS 0 IIOTHOCTH OakTepuii. [ljis 601ee TouHOTO
CpaBHHUTEJIBHOTO aHamn3a 3Toro mapamerpa B [IHC nmuunnok u B3pocnbix D. melanogaster,
coaepxanmuxcs npu 25 °C wmm 29 °C, kjeTku mo3ra OBIIM YCIOBHO pa3/eiICHBI
(aHATOTHMYHO TOMY, KaK 3TO OBLTO CAEIAHO IS JICKTPOHHONH MUKPOCKOIIMY) Ha TP THIIA,
Ha ocHoBanumu ImiotHoctd Wolbachia B kmetkax (Puc. 32): mepBwlii THII — KICTKH,
conepkamue 1-10 6akrepuit Ha koHPOKaIBbHBIN cpe3 Ki1eTku (Puc. 32 a —r); BTOpO# T
— kneTku, coaepxkamue 10 — 200 Gakrepuii Ha KOHGOKaIbHBIN cpe3 kieTku (Puc. 32 1 —
3), mpu4EM OAKTEPUU YaCTO JIOKATHU3OBAIKNCH HAa OJTHOM CTOPOHE KJIETKU B BUJE IIAMIOYKH,
TpeTudt TN — KJIeTkH, coaepxkamue 200—10000 OGaktepuit Ha KOH(MOKAIBHBIA Cpe3
HECKOJIBKUX KIIETOK, IIUTOTIa3Ma KOTOPhIX MoJHOCThIO 3a0uTta Wolbachia (Puc. 32 u — ).

[MHC nuuuHOK 3-TO BO3pacta pas3fieisieTcss Ha JIBE OCHOBHBIE YacTH: OPIOIIHOMN
HepBHbIi cTtBol (BHC), mnpexacraBneHHbIl ceThi0 OMiIaTepaqbHO CHUMMETPHUYHBIX
CEerMEHTOB (HEHPOMEPOB) W MO3T, COCTOALINI U3 JBYX CPEpUUECKHX TOJCH, MO Kpasm
KOTOPBIX pacrojiaratorcs 3adatku ontuueckux goner (Puc. 33 a) (Truman, 1990). Mo3sr

JIMYUHKN COCOUHACTCA C BHC MoCpcaACTBOM NOATIIOTOYHOI'O T'aHTJIUA W TPCACTABIIACT
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co6oii nBe (Nichols, 2006). Heiipobnactel [IIHC nuunHKH, MpeANIeCTBEHHUKH HEHPOHOB
U KJIETOK TJUH, PACIONaraloTcsi B OCHOBHOM B IICHTPAJIBHOM MO3TE, MOATIOTOYHOM
raHJIMK U B ieHTpe cerMmeHToB BHC.

Jlokamuszarus Wolbachia B IJHC nuuuHOK TpeThero MOKOJCHHS HA S-bIif JCHb
pasButus npu 25 °C (Puc. 34 a) O6p11a cxoaHOMU ¢ Jokanu3anueit 6akrepuii mpu 29 °C (Puc.
34 6). bonrpmoe konmuectBo kiertok [IHC Obuio cBoGogHO oT Gakrepuil. OcTanbHble
KJIETKA OTHOCWIHCh K TI€pBOMY M BTOPOMY THIy MO TUIOTHOCTH OaKTepuid,
NPUCYTCTBYIONINX B MX LuToma3me. B nientpe cermentoB BHC, noarnoroyHoM ranriauu
U [IEHTPAILHOM MO3T'€ BBISBIISUTHCH B OCHOBHOM KJICTKH MO3Ta BTOPOTO THIIA, COJICPIKAIINC
ot 10 mo 200 Gakrepuii Ha KOH(POKATBHBIN Cpe3, XOTs BCTPEUAINCH TAK)Ke KIETKH MO3Ta
nepsoro Tuna (1-10 6akrepuii Ha KOHpoOKaNbHBIN cpe3). Ha kpasix cerMeHTOB U B 3a4aTKax
ONTUYECKUX JOoJieH ObUTM OOHAPYKEHBI KIETKH MO3Ta TOJBKO MEPBOTO THIMA, MPUUYEM
KOJIMYECTBO KJIETOK ¢ OakTepusiMu ObL10 HeBeauKo (~ 5 — 10 %). HeoOxoaumMo 3aMeTHTh,
4TO JOoKanu3amus (HIyopeclieHTHOW METKH B 00JIacTH LeHTpalibHbIX cerMeHToB BHC,
COBIMAJIaJia C pacrpeiesieHneM B HUX HepoOIacToB.

Ha 7-oi1 nenp pazsutus kak mpu 25 °C (Puc. 35 a), tak u npu 29 °C (Puc. 35 6)
xapaktep pacnpenenenus Wolbachia 8 [THC nuunHOK TpeThero nmokoJICHUs CYIIeCTBEHHO
HE M3MEHSJICS 10 CPAaBHEHHIO ¢ S5-bIM qHEM. bakTepwu MpakTUYECKH OTCYTCTBOBAIM B
OOJBIIMHCTBE KJIETOK 3a4aTKOB ONTUYECKUX JIOJIEH U JIOKAJTU30BaJIUCh MPEUMYIIECTBEHHO
B LIEHTpaJIbHBIX cermeHTax bHC, moArioToyHoM raiuriing u eHTpaabHOM Mo3re. CieayeT
ormeTuth, 4to TUTp Wolbachia B kierkax mocnemHMX MEPEUUCICHHBIX O0JACTAX OBLT
HeMHOro yBenudeH npu 29 °C mo cpaBHeHHUIO ¢ KoHTpoJieM mipu 25 °C. DT0 BBISICHUIOCH
IPH aHAJIW3€ JUHAMUKH OTJIMYAIOIIMXCS MO TUIOTHOCTH OaKTepUd KJICTOK B Pa3HBIX

obnactsax [THC nmuumnHOok 3-ro Bo3pacta (cMm. puc. 36). [nst aToro uccienoBaHusi ObLTH
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BbIOpaHBI OIpeiesIEHHbIE 001aCcTH, OTMEUEHHbIE Ha pucyHke 37. [loinyueHHble pe3yabTaThl
MOKA3aJiv, YTO MPU 000X TEMIEPATYPHBIX PEKUMAX OOJIBIIMHCTBO KJIETOK LIEHTPAIbHBIX
cermenToB BHC, moArioTo4Horo rairius U HeHTpajJbHOTO Mo3ra conepxkano 10 — 200
OakTepuid Ha KOH(OKaJIbHBIM Cpe3, TOrJa Kak B 3adaTKaX ONTHUYECKUX JoJed
NPEBATUPYIOMIUMHU ObLTH KJICTKU TiepBoi rpymibl (1 — 10 Gakrepuii Ha KOH(MOKAILHBIHN
cpe3). Paznuuuii B TTpe OakTepuil B KIETKaX MO3Ta JTUYMHOK Ha S-bIil U HA 7-0M JeHb
pa3BuTHs He ObUIO OOHapykeHo mpu obOeux TemriepaTypax. CTOUT OTMETHTh, YTO MpHU
29 °C yBenuuenue miotHocTr Wolbachia mpousonuio nuiib B KJI€TKaxX HEHTPATbHOTO
Mo3ra. B ocTanbHbIX 00J1aCTAX MO3ra TUTP OaKTepuil B KJIETKAaX HE OTIMYAJICS OT TAKOBOTO
ripu 25 °C. Tpetbs rpymima kiaeTok, coaeprxamas 200 — 10000 6akTepuit Ha KOHGOKATbHBIH

cpes, B IHC nuunHOK 3-r0 BO3pacTa BhIsIBIICHA HE ObLIA.

3.4.3. Pacnipenesienne u Tutp dakTepuii Wolbachia B kieTkax Mo3ra B3pocibIX MyX
npu 25 °C u 29 °C

Cranosnenne [THC B3pocnoit Mmyxu nmpoucxoaut B pesynbrare metamopdosza [IHC
JUYUHKH BO BPEMS CTAJIUU KYKOJIKHU, KOT/Ia IPOUCXOIUT Trbens rpymmsl HeiiponoB BHC
U Cy)KE€HHUE y4acTKa, COeIMHAIONIETO MOATIOTOYHBINA FaHTIU U rpyaHble cerMeHThl (Puc.
33 6). Yactu [ITHC B3pocibeix MyX moapoOHO omucanbl Hamu panee (paszen 1.3.1). B
JTAHHOW paboTe y B3pOCIBIX MYyX aHAIMU3UPOBAIAch TOJIbKO TKaHb Mosra. Knetku BHC
B3pOCIIBIX MYX B IIepeYeHb OOBEKTOB HAIIET0 MCClieZoBaHus He Bxoauau. Ha 1-p1it nenp
nocje Beuteta umaro mpu 25 °C 6akrepun Wolbachia 6bu1u tokann3oBaHbl B OCHOBHOM B
HNOJATJIOTOYHOM U HAJATJIOTOYHOM (BEPXHHUH MpOTOIEepeOpyM, aHTEHHAIbHBIE TOJIU U
ONTUYECKHUE JOJIN) TAaHTJIUAX MO3Ta MyX U UMEJId HAUMEHBIIYIO0 TUIOTHOCTh B ONTUYECKUX
nonsix (Puc. 38 a). Haubonee yacto BcTpedasivch HEpBHBIE KJIETKHM BTOPOM TIPYIIIBL,

conepxamue 10 — 200 Gakrepuii B uToruiazme. KineTku nepBoil rpymnnsl mpeBaaInpoBan
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B JJAMUHE W CeTyaTke. boijiee IMOJOBHHBI KIIETOK MO3Ta HE COJIEp)Kaau OakTepwii B
mutoriazme. Ha 1-w1if meHp mocne Beutera mmaro npu 29 °C oOmas kapTuHa
pacnpeneneaus Wolbachia mo pa3HeiM 005acTIM MO3ra MyX COXpaHsIach, HO IIPU 3TOM
PE3KO Bo3pacTalia INOTHOCTE OakTepuit mo cpaBaeHHIO ¢ 25 °C (Puc. 38 6). OcobenHo 310
3aMETHO B paifloHe MOATIOTOYHOTO M HAJATrTIOTOYHOrO TaHriaueB. B aTux obnacTsax mo3sra,
MIOMHMO TIEPBOM ¥ BTOPOW, BBISBISLIUCH KIETKH MO3Ta TPEThEW TPYIIbI, 3a0UTHIE
OaxTepusamu. OHAKO B JAMUHE U CETYATKE CYIIECTBEHHBIX U3MEHEHUN B TUTpE OaKkTepuil
obHapyxeHo He Ob110. Ha 3-uii 1eHs mocie BputeTa umaro kak npu 25 °C, tak u ipu 29 °C
pacnpeneinenne Wolbachia coxpansiocs, a MI0THOCTE HEMHOT'O YBEIIMYMBAIACH, IPUUEM
st 29 °C ato Obu1o 6omee BoipaxkeHo (Puc. 39 a, 6). Ha 7-oif nenp nocie BblIeTa UMaro
pasHuIla MEXAy IIOTHOCTRIO Oaktepuit mpu 25 °C u mpu 29 °C cranoBwiachk Ooiee
3aMETHOM, X0Ts KapTHHa pacupeneneHus oakrepuit coxpansiiack (Puc. 40 a, 6). B namune
npu 29 °C BeIABISUINCH KpymHBIE cKotuteHus Oakrepuii (Puc. 40 6). K 13-omy mHIO THTD
Wolbachia B Tkanu mMo3ra myx, coaepskanmuxcs mnpu 25 °C, cyIiecTBeHHO He BO3pacTall
(Puc. 41 a), anpu 29 °C k 13-omy nHI0 OaKTepUU aKTUBHO MPOIU(PEPUPOBAIH U 3ATIOITHSIITU
NPaKTUYECKH BCE TPOCTPAHCTBO HEPBHBIX KJIETOK B O00JACTH TIOTJIOTOYHOTO H
HAJTJIOTOYHOT'O TAHTJIMEB, a TAaK)Ke JAMUHBI M ceT9aTKu Mo3ra MyX (Puc. 41 0).

Hamu Obuta mpoaHanu3upoBaHa JMHAMUKA TPYIIT TUTPOB OaKTEpUil B KIIETKaX MO3ra
B3pocabiX MyX 1pu 25 °C u 29 °C nHa 1-b1i1, 3-uii, 7-0¥ 1 13-bIif THU TIOCIIEC BBIJIETA MMAro.
bbutn mccnenoBaHbl OAMHAKOBBIE IO TUIOIIAAM YYacTKH BO BCEX 00JacTIX MO3Ta,
OTMEYeHHbIX Ha pucyHke 42. [Ipum obeux Temmeparypax OBLIO BBISIBICHO CHUKCHHE
NPOIIEHTHOTO COOTHOIIEHUS MepBoi rpymiibl KieTok (1 — 10 6akTepuit Ha KOHPOKATBHBIN
Cpe3 KJICTKH) U yBEIIMYEHHUE TIPOIICHTHOTO COOTHOIICHUS BTOPOW U TPEThEH IPYII KIECTOK

JUIs TIOATJIOTOYHOTO TAaHIJIMS, AHTEHHAJIbHOM JIOJIM, BEPXHEro mnpoTouepedpyma,
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ontuyeckor noiu u jgamunbl (Puc. 43). Junamuka rmiotHoctu Wolbachia 6si1a 6onee
BeIpakeHHOH Tpu 29 °C, 0 4éM CBUIECTETHCTBYET YBEINICHNE KOJTHMUECTBA KJIETOK TPEThEr
rpymisl K 13-omy aHt0. CeTdaTtka sBIsUIaCh €JMHCTBEHHOM 00/1aCThIO, T7I€ CYLIECTBEHHBIX
M3MEHEHU B TUTpE OAaKTepUil HE IPOUCXOWIO, U IPEBAIMPOBaJIa MepBasi rpyImia KJIEToK,
KpOMe HeOOJIBIIIOT0 YBEIUYEHHsI KOJMYECTBA BTOPOU IPYMIIbI KJIETOK Ha 13-bIil 1eHp npu

29 °C.

3.4.4. CpaBuuTe/bHBIII aHaiu3 mwioTHoctn Wolbachia B meHTpanbHoii HepBHOM
CHCTeMe JIMYMHOK 3-T0 BO3pacTa M MO3ra B3pOCJIbIX MYyX, coAep:kamuxcs npu 25 °C
1 29 °C Ha OCHOBaHMH JaHHBIX (MIyopeclieHTHOH rudpuau3amuu in situ

C nmomomrpio uryopecteHTHOM rudpuu3armu in situ Mer nokaszanu, yro Wolbachia
mramma WMelPop HepaBHoMepHO pacnipenenens! kak B [ITHC nuunnku 3-ro Bo3pacrta, Tak
u B Mo3sre B3pociioil Mmyxu. B ITHC nuunnku 3-ro Bo3pacrta BbICOKasl IJIOTHOCTh OaKTepuit
BBISIBJISUIACH B LEHTPANIbHBIX oOnacTsax mo3ra 1 BHC, a Takxke B MOATrJI0TOYHOM TaHTIIUU.
O6o0ménnple aannpie Jokanu3auuu Oaktepuit B [IHC nuumHOK mpencTaBieHbl Ha
pucynke 44. Cnennduueckoe pactpenenenue Wolbachia koppenupyer ¢ pacnonoxeHuem
HeiipoomactoB B [IHC nmuunbku. BakHO Takke OTMETHUTD, UTO MOBBITIICHHAS TeMIIepaTypa
HE OKa3bIBaja CYIIECTBEHHOTO BIUSHUS Ha JIOKAIMU3AIMIO U TUTP OaKTepUil B KJIETKaX Ha
JUYUHOYHON CTaJuU Pa3BUTHUS Kak Ha S-biil (Puc. 44 a, 6), Tak u Ha 7-o0i1 (Puc. 44 B, 1)
JIeHb pa3BUTHA. B Mo3re B3poCibIX MyX KapTHHA pacrnpeeseHus OakTepuil coXpaHsaach
no cpaBHeHuto ¢ TakoBoi B [IHC nmuunnaku (Puc. 45). Wolbachia takke oOHapyxuBanch
B OCHOBHOM B IIEHTPAJIBHBIX 00JIACTSAX MO3ra (BEepXHHUI MpoTorepedpym, aHTEHHAIbHBIE
JIOJIY, TIOATIIOTOYHBIN TaHTJINI), MEHbIIIE OaKTEePHil ObLIIO BBISIBICHO B ONTHYECKUX JIOJISIX,

JJaMHMHEC N CCTUYATKE.



86

BnepBpie  TPOAEMOHCTPUPOBAHO  CYIIECTBEHHOE  BIUSHUE  ITOBBIIICHHON
TEMIIEPATYphl HA IUIOTHOCTh OAKTEpU B KJIETKAX MO3Ta B3POCIBIX MYX 3HAYUTEIHHO
nposiBIsitonieecs yxxe Ha 1-wiif neHp mocne Bbuieta umaro (Puc. 45 a, 6). [ImotHOCTH
OaKkTepuil B HEHTPAILHOM MO3I€ B3pOCIBIX MYX, cojaepxkamuxcs npu 25 °C, Obuia HIXeE,
yeMm nipu 29 °C. Pa3Huna B IIIOTHOCTU OakTepHil MEXIy STUMHU TpynnamMu MpoaospKaia
pacTu ¢ yBeJIMYEHUEM BO3pacTa MyX, U K 13-oMmy nHI0 ObLT1a OueHb CHIIbHO 3ameTHa (Puc.
45 x, 3). [loBeIIeHHAs TEMIIepaTypa MPUBOIXIIA K ObICTpOH Mposudeparuu 6akTepuii Bo
Bcex obmactsax mo3ra D. melanogaster. Orpomusie ckomieaus Wolbachia momumo
IIEHTPATBLHBIX 00JIACTEH MO3ra BBISBIISUIUCH JaXkKe B JIaMHHE. [[1s1 TOTO, 4TOOBI OLIEHUTH
Oonee TOyHO AMHAMUKY TUIOTHOCcTH Oaktepuit B [IHC nuumHOK, a Takke pazTudHBIX
OTJEJIOB MO3ra B3pOCIBIX MyX, Hamu ObuT mpoBeAEH anaiam3 tutpa Wolbachia B atux
TKaHAX C rmomolkto mporpammel Imaged (Puc. 46). IlmoTHOCTh OaKTepHii BhIpaXkanaach B
BUJIC OTHOIICHUS IIOMIAIN, 3aHUMaeMON OaKTepUsIMU Ha KOH(POKAITHHOM Cpe3e MO3Tra, K
TUTOIIA/IM BCETO MO3ra Ha 3TOM K€ KOH(OKaIbHOM cpese. beutn nccnenoBansl 3 oOpasiia
MO3ra JUYMHOK 3-TO BO3pacTa WM B3POCIBIX MyX MO HECKOJIbKO KOH(OKAIBHBIX CPE30B C
KaXXJI0r0 Mo3ra. MIToropoe KOJIM4ecTBO MpOaHATM3UPOBAHHBIX CPE30B OTPAKCHO B BUJIC
noanucu Toyek Ha rpaduke (Puc. 46). Jlng nmuumHOK 3-TO BO3pacTa aHAIM3UPOBAIHCH
LHEHTPAJIIBHBIM MO3T, MNOATJOTOYHBIM TaHIVIMA W 3a4aTKW ONTHYECKUX Jojeu. [lns
B3POCJIBIX MYX UCCJIEI0BATUCH MOATIOTOYHBIN U HAJTTTOTOYHBIN TAHTIINH, 8 TAK)KE TAMUHA
u ceruatka. [Ipu 25 °C HaunHas co cTaAuu JUYMHKU 3-TO BO3pacTa U 3aKaHuuBas 13-piM
JTHEM IOCJIe BbLIIETa MMaro OTHOCUTENbHas TioTHOCTh Wolbachia cinerka ysennuuBaetcs
c 1.76 £ 0.13 mo 4.5 + 0.19 (Puc. 46). [loBbllieHHass TemIiepaTrypa OKa3blBaeT Oojee
CYIIECTBEHHOEC BJIMSHHE HA OTHOCHUTCIIBHYIO IUIOTHOCTh OaKTEepUi, CTPEMHUTEIBHO

yBenuuubas €€ ¢ 1.7 + 0.11 Ha ctaguu nuunHky (5-b1i AeHb pa3BuTHs) 10 16.2 + 1.79 Ha
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13-p1ii genp mocne BbuleTa uMaro. HeoOXoaMMoO OTMETHTh, YTO pa3nyusi B
OTHOCUTEJIPHOW IUIOTHOCTH OakTepuid B MO3Te€ MyX, COJACPXKAIIMXCS TPH Pa3HBIX
TeMIepaTypax, ObUIM CTATHCTUYCCKH 3HAYMMBIMH TOJIBKO Tocie BbuieTa mMaro (Tect
Creronenra, 1-w1ii genn: t = 4.3, P = 0.0003; 3-uii neun: t = 3.5, P = 0.004; 7-oii neup: t =
3.1, P =0.008; 13-p1ii nenn: t =4.2, P = 0.0006). Pe3koe yBeanueHne TuTpa OaKTEPHii Ipu

29 °C oTMeYaIIoCh MEXY 7-bIM U 13-bIM THEM.

3.4.5. CpaBuuteibHbiii anagu3 miaorHoctu Wolbachia B kierkax Mo3ra KykoJiok
D. melanogaster, comep:xkamuxcss mpu 25 °C m 29 °C Ha OCHOBAaHHHM JAHHBIX
(dJryopecueHTHOI ruépuan3anum in situ

Jliss BBIICHEHWS BIHSIHHSI TeMIIepaTypbl Ha IWHAMHUKY IUIOTHOCTH OakTepuil B
KIeTkax (Gopmupyromerocss wmosra mnpu  Mmetamopdoze D. melanogaster, wmbI
pOoaHaIU3UPOBAJIH C TOMOIIBIO TporpamMmsel Imagel Tutp Wolbachia B HepBHO# TkaHU Ha
pPa3NMUYHBIX CTAgUsIX KYKOJKH. B wumccrmemoBanme OBUTM B3STHI CIEAYIOIIWE CTaIHU:
«TPEKYKOJIKay (JINYMHKA Ha 7-0H JIEHb pa3BUTHS, 3aKPETUIAIONIASICS HAa CTEHKE TPOOUPKHU
¥ HaymHaomas (GopMHpOBAaTh MyHapuil), «CPEAHAS» KyKOdKa (KETTO-KOPHUHEBBINA
nymapuii, 35-45 vacoB mocine okyknuBanus npu 25 °C, craguu P6 u P7 cormacHo
Bainbridge, Bownes, 1981) u «mo3aHsis» KyKkojka (KOpHYHEBBIN MyNapuil, BUIHBI TEMHBIC
MOJIOCKU KPBUTHEB Ha TPyaH, 75-85 vacoB nocne okykiuBanus mpu 25 °C, cranuu P12 u
P13). JlanHble, MOJydYeHHBIC C TOMOIILIO (DIYOpECHEHTHON TuOpuau3anuu in Situ,
ITOKAa3aJI1, YTO HAa BCEX BBILICMIEPEUYHCICHHBIX CTAANAX KYKOJIKHU Kak nipu 25 °C, Tak u npu
29 °C Wolbachia nokanu3yroTcss B OCHOBHOM B IICHTPaJIbHBIX 00sacTsx mo3ra (Puc. 47 a-
T, IPUBEJICHBI MTOCIEAHUE BE CTAJNU KYKOJIKH), YTO aHAJIOTUYHO KapTHHE, OMHUCAHHOU
BBIIIEC Yy JIMYMHOK 3-To Bo3pacta (Puc. 44) u B3pocnsix D. melanogaster (Puc. 45). Ilo

MOJIYYEHHBIM M300pakKeHUsM CUTHAJIa OakTepuil B MO3re MyX Ha ctaauu Meradopdosa
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OBLJIO BBIABUHYTO MPEANOI0KEHHUE, UTO JIUIIb HA CTAJANH «IO3HEN» KyKoJKu 1pu 29 °C
IPOUCXOIUT 3aMETHOE YBEIWYEeHHE IUIOTHOCTH Oaktepuid (Puc. 47 r). Ananus tutpa
Wolbachia ¢ momomisto nporpammer ImageJ mokazai, uto eciu npu 25 °C HauuHas ¢
«IIPEAKYKOJIKI U 3aKaHUYUBAS «ITO3THEI» KyKOJIKOW OTHOCUTEIbHAS INIOTHOCTh OaKTepuit
HE3HAUYMTENBHO Bo3pactana ¢ 2.45 + 0.84 mo 3.33 £ 0.3 (Puc. 48), To npu 29 °C ona
CYIIECTBEHHO yBenm4mBaiack ¢ 2.84 + 0.56 no 5.78 + 1.17. Turp Wolbachia nmocrosepno
YBEJIMUUBAJICS JTUIIb HA cTaauK o3aHel kKykonku (Tect CTbloieHTa, «TO3AHSIN» KYKOJIKA!
t = 3.33, P = 0.006), uro KOoppeaupoBaJio ¢ KAa4eCTBEHHBIM aHAJIM30M H300paKEHUH U

MOATBCPIKAAIO BEIIBUHYTYIO T'HIIOTC3Y.
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I''TABA 4. OBCYXJIEHHUE

MexaHu3mMbl BAUMOOTHOIIEHUSI OPTaHU3MOB B SHIOCHUMOMOTHYECKOW acCOlMaluU
OTHOCSITCA K aKTyaJIbHBIM BOIPOCAM COBPEMEHHON OMOJOTHH, OZHAKO JO CHUX TOp 3TO
HalpaBJICHHE BO MHOTOM HeE uccienoBaHo. OJHUM M3 TMOAXOAOB pEIICHUS ITaHHOU
npoONemMbl  ABISETCS  aHANU3 OCOOCHHOCTEH B3aMMOJCHCTBHS TAapTHEPOB TpU
BO3JICHCTBUU Ha acCOIMAIMI0 CUMOMOHT-XO3SIMH CTPECCOBBIMH (hakTopamu. B Haiiem
UCCJIEIOBAaHUM B KauyecTBE CTpeccoBOro (hakropa OBLIM BHIOpAaHbI TOBBIINICHHBIE U
MOHIKEHHBIC TEMIICpaTypHble Bo3acicTBUsA Ha JuHuio D. melanogaster w1118,

3apax€HHyto nmarorenHeiM mrammoM Wolbachia wMelPop.

4.1. OcoGeHnHocTH B3aHMOOTHOIIeHWHT BHyTpH accoumamumu  Wolbachia-

D. melanogaster B yc/ioBusIX MOBBINIEHHOI ¥ MOHMKEHHOH TeMIEPATYPbI

BnusiHue cTpeccoBBIX TemriepaTyp Ha JIIOOYIH0 CUMOMOTHYECKYIO acCOIUAIUIO
CIIeIyeT paccMaTpuBaTh OTACIBHO CO CTOPOHBI KaXKIOTO W3 MApTHEPOB, a TaKXkKe Ha
accolManuio B 1eldoM. Takoi TMOAXOA TO3BOJISIET TMOJYYHTh TIOJHYIO KapTUHY

0CO0EHHOCTEN B3aUMOOTHOIIIEHUS CUMOMOHTOB.

4.1.1. BuusiHMe TIOBBIIICEHHOW W TNOHHMKEHHOH TeMIEpPaTypbl Ha OPraHu3M
D. melanogaster

KuzHecrnocoOHOCTh SKTOTEPMHBIX JKHBOTHBIX CHJIILHO 3aBHCHUT OT TEMIIEPATYyPHBIX
ycnoswii (Precht et al., 1973; Cossins, Bowler, 1987). B okpyxaromeii cpesie OpraHu3Msbl
HCIIBITBIBAIOT €XEIHEBHBIC (DIYKTyallud TEeMIIepaTyp, 4acTo C aMIUTUTYAON Oojiee dem

10 °C. B mpupoae, omnas B CTPECCOBBIE YCIOBHSL, 5)KUBOTHOE OOBIYHO CTPEMHUTCS TOKUHYTh
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UX KaK MOXKHO ObICTpee, I03TOMY BO3JIEUCTBUE ONPENEAEHHON TeMIepaTypbl IPOUCXOIUT
JWIIb KpaTkoBpeMeHHO. OnTuMmanbHas TemmepaTypa passutus D. melanogaster
cocrapister 22 °C (Petavy et al.,, 2001). Ilpu eé MOBBIIIEHHH CPOKH Pa3BUTHI MyX
COKpamaloTcs M jaocturaror MuHumyma (8-9 mueit) mpu 29 °C. beuio mokaszaHo, 4To
)u3necocobnocts D. melanogaster ctadbuabpHa B quamasone ot 14 1o 26 °C u magaer 10
HYJIS TIpu cHIDKeHUHW Temreparypbl 1o 10 °C win yBenuuenuu jao 33 °C (Petavy et al.,
2001). CornacHO HamIMM pe3yJbTaTaM M JaHHBIM, IOJIYYEHHBIM paHee KOJUICTaMH,
OCTOSIHHOE cozep:kanne He nHuuupoanusix Wolbachia D. melanogaster w1118T npu
29 °C Be3biBaeT cHmkenne ux IDK B 2 pa3za no cpasuenwuro ¢ [TXK npu 25°C (Min, Benzer,
1997; Strunov et al., 2013). B To xe Bpems, Ipu MOHMWKEHHOM Temneparype 16 °C myxu
ATOM K€ JIMHUM XUBYT NPUMEPHO B 2,5 paza ponpmie 1o cpaBHeHuto ¢ IDK mpu 25 °C
(Baiicman u ap., 2009; CtpyHoB u ap., 2013). MccnenoBanust BAUSHUS TEMIIEpATypbl Ha
ITX sxToTepMHBIX )KHBOTHBIX MPOBOAATCS yike MHoro JieT (Loeb, Northrop, 1917; Miquel
et al., 1976; Buchan, Sohal, 1981; Farmer, Sohal, 1987). Pe3yabTaThl 3THX HUCCIIETIOBAaHUI
JIEMOHCTPUPYIOT MPSAMYIO CBSI3b TEMIIEPATYPhl, aKTUBHOCTH KUBOTHOTO U ero [DK. beuio
nokaszano, uro IIDK D. melanogaster npu muskoit temmneparype (18 °C) okpyxarorieit
Cpelbl YBEITMYMBACTCS 33 CUET CHIDKCHUSI aKTUBHOCTH MYX, a ipu noBbIieHHO# (28 °C) ¢
Bo3pactanueM ux aktuBHocTd I1DK, HaobopoT, ymensiaercst (Miquel et al., 1976). Bouio
TaK)Ke MPOJAEMOHCTPUPOBAHO MPSIMOE BIMSHUE TEMIIEPATyphl HA CKOPOCTh MeTabonmn3ma
(Berrigan, Partridge, 1997). HWuTepecHo, 4YTO MpPH HMCKYCCTBEHHOM TIOBBIIICHUU
akTmBHOCTH MenoBbix muén Apis mellifera myrém npuBsspiBanus K UX Tely
JIOTIOJIHUTENLHOTO Beca ObLIO MPoIeMOHCTpUpoBaHo cHkeHue ux [10K mo cpaBHeHwHIo ¢
nmuénamu, xuBynmu 6e3 rpysza (Wolf, Schmid-Hempel, 1989). B mannoit curyanun

JIMIIHAM  BeC CTUMYJIMPOBAJI TIOBBIIIICHUC MeTaboau3Ma HAaCCKOMBIX, ITOCKOJIbKY
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aKTUBHOCTh JKMBOTHOTO HANpsIMYyI0 CBs3aHa ¢ oOMeHoM BemecTB (Speakman, 2005).
Takum oOpa3om, B Hamieli pabore Temmneparypa 29 °C saBiseTCS CTPECCOBOW, HO HE
KpUTHYECKOH Temmeparypoir it D. melanogaster, oHa moJ0XHUTENBHO BIHSIET Ha
aKTUBHOCTbh MYX M COOTBETCTBEHHO Ha UX MeTabou3M, cHuxkas B utore [DK HacekombIX.
[MonmxkenHas temneparypa (16 °C) BXOAWUT B quana3oH CTaOWJIBHON TeMmepaTypbl JJIs
KU3HECIIOCOOHOCTH MYX, HPHUBOJUT K 3aMEJICHHIO MX aKTMBHOCTH U MeTaboin3Ma,
yBenuuuBas B pesynbTare IDK. MHTepecHO, 4yTO MO HAIMM JaHHBIM U pe3yjbTaTam,
MoJTydeHHBIM B jabopatopun renetuku nonyisiui Ulul” CO PAH, nepenoc na 16 °C
MOXET YaCTUYHO WJIM TMOJHOCThI0O BoccTtaHaBinuBath I[DK He wuHUIIMpOBaHHBIX
oaktepusimu D. melanogaster wl1187, kotopbeie mo 3Toro comepxkaiuch mpu 29 °C
(CtpynoB u gap., 2013; Wnunckuii, neomy6:1.). Ilomnoe BoccranoBimenue DK myx
MPOUCXOUT TPU WX COJEPKaHUU B YCIOBUAX MOBBIIIEHHOW TeMIIEpaTyphl B TEUECHUU
MIEPBBIX TPEX JTHEH MOCIIE BBUIETA UMAro BKIKOYUTENBbHO. [[py BO31eiicTBUM TeMIiepaTypou
29 °C nmonpliie yKa3aHHOTO IMEPUO/Ia, POUCXOANUT MOCTENEHHOE CHIXKEHHUE BBKUBAEMOCTH
npu 16 °C. Takum oOpa3om, HaMu BHepBbIe ObUI BBIIEICH MHUHUMAIBHBIN TEPHOT
BO3JICHCTBUSl TOBBILIEHHOW Temmeparypsl (Oonee 3-X JAHEH), KOTOpBIM BBI3BIBAET
cymiectBennbie m3meHenus [ DK u BeixuBaemoctu D. melanogaster (Ctpynos u ap., 2013).

Cnenyer oTMETHTh, YTO IpU NOHWKEHHOW Temnepartype IDK cammoB okaszanace
HUXKeE, 4eM y caMmok, XoTs npu 25 °C u npu 29 °C paznuuusi He ObUIM CTaTUCTUYECKU
3HaYUMBIMH. COTJIaCHO JHUTEPATypPHBIM JaHHBIM, y MHOTHX BHAOB XUBOTHBIX [DK
MYXCKOTO TIOJIa MEHBIIIE, YeM Yy JXKeHCKHX ocoOeit (Smith, 1989). Takas xe kapTuHa
HaOmomaercsa u 'y D. melanogaster. HegaBHue mcciieqoBaHus NOKa3aJid, YTO MEXAaHU3M,
OTPEEINAIONINMA Pa3Iniusl B IPOJIOJDKUTENBHOCTH )KM3HU TIOJIOB, CBSI3aH C 0COOEHHOCTHIO

penpoaykTuBHOW cucteMbl HaceKoMbIX (IllanmomnukoB, Mockanés, 2007). Hanpumep,
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yIoaJIeHHe KIETOK 3apoJBIIIEBOI0 MYTH C MOMOIIBI0 MyTanuu tudor mpuBoamino x
yBenuueHuto Ha 20% cpeaneit IDK camioB, oqHako HUKaK He BIUsUIO Ha cpeaHioro DK
camok (Shen et al.,, 2009). CymecTByeT HpeANoOIOKEHHE, YTO CEMEHHUKH Yy CaMIIOB
UHAYUUPYIOT HEU3BECTHBIA (DAKTOP, COKPAIIAOMIMUNA HPOJOJIKUTEIBHOCT HMX KH3HU
(ITamomramkoB, Mockanés, 2007). [To-Bugumomy, paznuuus mexay cpeanei IDK camok
¥ CaMIIOB B HaIlleM HCCJICJOBAaHUH HE YCIIEBAIOT MPOSBUTHCS Mpu ymepeHHou (25 °C) u
noBeIeHHOW TemnepaTypax (29 °C), u BBISABIAIOTCSA TONBKO NpHu yBenudennu DK mpu
16 °C.

CornacHo MOCJIETHUM JINTEPaTypHBIM JaHHBIM, OTBET HA BO3ACHCTBHE CTPECCOBOM
TeMIepaTypbl y OECIIO3BOHOYHBIX KHBOTHBIX (Hampumep, C. elegans) perymupyetcst Ha
YpOBHE HWX HEpPBHOM cHUCTeMbl. B  mpomeccax peryiasiuuu — 3aJeiiCTBOBAHBI
TEPMOUYYBCTBUTEJIbHBIE HEHPOHBI, yIajJeHUE KOTOPBIX MPUBOAUT K cokpamieHuto [DK
HEMAaToJl, COJAepKallUXcsl MpHU MOBBIIEHHON Temneparype (Lee, Kenyon, 2009). Ilpu
TEIJIOBOM CTpECcCe MPOUCXOIUT aKTUBAIMS TEPMOUYYBCTBUTEIBHBIX HEHPOHOB, KOTOPHIC
NepealoT CUTHANIBI, CTUHMYJIHPYIOIINE YKCIPECCHIO CTEPOUIHBIX TOPMOHOB reHoM daf-9
(xonupyet epmeHT nuToxpom P450, koTOpblli HEOOXOAUM ISl CUHTE3a CTEPOUIHBIX
TOPMOHOB). OTH XMMHMYECKHE areHThl SIBIISIFOTCS JIMTAHAAMM NI SAEPHOrO penenTopa
ropmoHoB DAF-12, 3ageiicTBoBaHHOrO0 B mponeccax pa3Butusi u omnpenenenus [DK
B3pocioi ocobu (Antebi et.al., 1998). Takum 00pa3oM, B PeryJsiui TEMIIEPATYPHOTO
crpecca yuactByeT DAF-9/DAF-12 cTepouaHbBI CHTHAIBHBIA TyTh, HApYIICHUC
KOTOPOro NpuBOAMT K yMeHblIeHHIO [DK opranusmMa npu NOBBIIIEHHON TEMIIEpAType
(Lee, Kenyon, 2009). MHTepecHO, YTO MpU BO3ACHCTBUM TOHWKEHHON TEMIIEPAaTyphI
TEPMOYYBCTBUTENIbHbIE HEHPOHBI B Mporeccax GOopMUPOBaHUS OTBETA HE y4acCTBYIOT, U

peryJsius OCyIECTBIISICTCS, 0YeBHIIHO, TI0 Apyromy nytu (Lee, Kenyon, 2009).
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OTBeTHBIC peaKIi HACEKOMBIX Ha IMOBBHINICHHYIO W TIOHWKEHHYIO TEMITEPaTyphl
COIIaCHO PaHee MOJYYCHHBIM JaHHBIM sBisitoTcs cxoxxkumu (Chen et al., 1991; Sinclair,
Chown, 2003). CtpeccoBbie Oenku (HSp) BbACNSAIOTCS Kak B OJHOM, TaK U B JPYroM
ciIydae, OJTHAKO BBISABJICHBI W HEOOJbIIME OTIMYUA. Tak, Hampumep, MpH IACHCTBUHU
TIOBBIIIICHHOM TeMITepaTyphl OSJIKH TETUTIOBOTO IIIOKA BBIJCIISIOTCS HEMEUICHHO B OTBET Ha
CTpecc, U KJIETKA IMePEXOUT Ha aKTHBHYIO AKCITPECCHIO ATUX OCITKOB, CBOJIS 10 MUHUMYMa
MIPOIYKIIMIO OETKOB «IoMaIrHero xo3siictBa» (Yocum, Denlinger, 1992). B To ke Bpems
NpY TIOHWKCHHOM TeMIepaType MPOAYKIHS CTPECCOBBIX OCITKOB MOXKET UJITH B TCUCHUE
HECKOJBKUX JHEH, MPUIEM MapayuIebHO C TUM IPOIIECCOM B OPTaHU3ME MPOI0HKACTCS

CHHTE3 U OEJIKOB «IOMAIITHET0 X03SHUCTBaY.

4.1.2. BaiusiHue NMOBBIIIEHHOW M MOHUKEHHOI TeMIepaTypbl HA KM3HECTIOCOOHOCTH
Wolbachia

B mpupone GakTepun MOCTOSHHO CTAIKHBAIOTCS C MAJCHUEM WA BO3PACTaHHUEM
TeMIEpaTypsl OKpykaromiei cpeasl (Storz et al.,, 2000). AnexBaTHBINi OTBET Ha
CTPECCOBYIO TEeMIEpaTypy SBISETCS HEOOXOAUMBIM YCIOBUEM IS BBIKUBAHUS
OJTHOKJIETOYHOTO OpraHu3Ma B TIOCTOSTHHO MEHSIOIUXCS ycioBusax. [lokazaHo, 4To oTBET
Ha XOJIOJIOBOM WJIM TEIJIOBOW IIIOK OCHOBBIBAETCS Ha OMNPEACIIEHHBIX TEHETUYECKUX
nporpaMmax, BKJIFOYAIOIIUX HECKOIBKO MOCIeA0BaTeIbHBIX dTanoB (Schumann, 2012):

1. Peructpanusi cTpeccoBOi TeMIlepaTypbl MOJIEKYJIOH-CEHCOPOM;

2. naykiust MOJEKYJI0M-CEHCOPOM HAIpsSMYK WM OMOCPEIOBAHHO pPadOThHI

TPYIIBI «CTPECCOBBIX)» TEHOB, CIICIIU(PUIHBIX CTPECCOBOMY (haKTOPY;
3. CokpalieHue SKCIPECCUU «CTPECCOBBIX» TEHOB MOCIIE a/IallTAlluU K CTPECCOBBIM

YCIIOBUSIM MTOCPEJICTBOM OOPATHOM CBSI3H.
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W3navyanpHas  peructpanus  CTPECCOBOM  TeMIepaTrypbl  OOyCIaBIHMBaeTCs
U3MEHEHHEM KoH(opMmanuu pa3nuuHbix Omomonexyin, takux kak JHK, PHK u Genku
(Schumann, 2012). Cpeau mnepedncieHHbIX coeauHeHuid moiekynbsl PHK, wam Tak
Ha3zbiBaeMble PHK TepmoMeTpsl, ObicTpee Bcex pearupyroT Ha U3MEHEHUS TEMIIEPATYPHI,
KOHTPOJIUPYS TPOIIECC TPAHCIAINNUU yXKE CYNIECTBYIONMX HIM Bo3HHKarommx MPHK B
opranusme (Kortmann, Narberhaus, 2012). Takoit MexaHHU3M OTBETA Ha CTPECC, HAITPSIMYIO
3aTparuBaroNIMii CHHTETUYCCKHUN armapar 0aKTepHH, SIBJISIETCS CBOEBPEMEHHBIM U OYCHb
HKOHOMHUYHBIM TI0 SHEPTeTUYCCKUM 3aTparaM. Peakius 3HI0CUMOUOTHYECKIX OaKTepHid
Wolbachia na crtpeccoByo Temmeparypy, MO-BHIAMOMY, MPOUCXOTUT aHAJIOTHYHO
ONMKMCaHHOW BbINIe cxeMe. B Hamem wuccnemoBanuu Wolbachia mramma wMelPop
paszBuBasiich kak mpu 29 °C, tak m npu 16 °C. DTH SHIOCHMOHMOHTBI OTHOCSTCS K
Me30(QHIEHBIM OAKTEPHUSM, IS KOTOPBIX ONITUMAIBHOMN TEMIIEpaTypOH ISl pa3MHOXKEHUS
cuntaerca 37 °C, XOTsd JAeneHue/pa3MHOXKEHHE OakTepuil MOXXET UATH B IIMPOKOM
TemrepaTypHoM amamnaszone - oT 22 °C mo 42 °C (Kammuep, 1981; Zenova et al., 2012).
[TokazaHo, uyto moBkimeHHas Temnepatypa (30-33 °C) smumunupyer Wolbachia us
OpraHm3Ma JBYXTOYEYHOr0 MayTHHHOTO Kieria Tetranychus urticae (van Opijnen,
Breeuwer, 1999) u 3HaunTenbHO COKpamaeT TUTP OakTepuit y MockuTos Aedes albopictus
(Wiwatanaratanabutr, Kittayapong, 2009). Omnako corjacHO pe3yJibTaTaM HaIlero
WCCIICZIOBAaHUS U JIAHHBIM, TIOJIYYCHHBIM paHee, JUIUTeNNbHOE conepkanue D. melanogaster
npu ToBbIIIeHHONW Temmeparype (29 °C) npuBOIUT K aKTHBAlMM Pa3MHOKCHUS U
NOCTENICHHOMY YBEIMUYEHHUIO CKOTICHHUS! OaKTepuil B TKAHU MO3Ta HAaCEKOMOTO0, a HE K MX
smumvuHanu (Min, Benzer, 1997). OrmeueHo, uro matoreHHbid addexr Wolbachia
mramva WMelPop mpu mnoBblieHHH TeMmepaTypbl yBenuuuBayics. HemaBHO ObLIO

IPOJEMOHCTPUPOBAHO, YTO MPH NMOBbIIIEHUH Temneparypsl ¢ 25 °C no 37 °C npoucxoaut
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yBenudyenne kommuectBa PHK Ha emuHuuHyro kierky y Oakrepwii  Yersinia
pseudotuberculesis u Yersinia pestis, 4To, KaKk MpeaoIaracTcsi, UrpaeT BaXXHYIO POJIb B
natoreneze Oakrepuii (Shepherd et al., 2013). Crour 3ameTuth, uTO Mocie 13 aHei
BO3/JICHCTBUSL TOBBILIEHHOW TEMIEPATypbl Mbl PErMCTPUPOBAIU IOSABJICHUE OONBIINX
CKOIUICHHI  3JIEKTPOHHO-TUIOTHBIX  CTPYKTYp, HAllOMHHAIOUIUX  JIETpagupyrolme
OakTepun. MOXHO MpeACTaBUTb, YTO TEMIIEpaTypa CTUMYJIUpPOBaJa METa0OIU3M U
pa3MHOXKeHHe OaKTepuid, B pe3yJbTaTe Yero UX KOJIMYECTBO B KIETKAaX YBEIMYUBAJIOCH, U
napajuielibHO, H3-3a HEIOCTaTKa MHUTATEIbHBIX BEIIECTB, HAYMHAJIACh MAaccoBas
nerpaganus 6aktepuil. B cOBOKymHOCTH 3TH SIBIEHUS IPUBOIMIN K pa3pyLIEHUIO KJIETOK
U BBIXOJy OakTepuii U3 HUX. BpU1o mMoka3zaHo, 4TO moHWkeHHbIe TemnepaTypsl (12 °C)
croco0cTByOT nuMuHanuu O0akrepuu Wolbachia y oc Trichogramma (Pintureau et al.,
2003). A y oc Nasonia vitripennis mpu 18 °C Turp Wolbachia camxkaercsa va 65 % 1o
CpaBHEHHUIO ¢ IUIOTHOCThIO Oaktepuit mpu 25 °C (Bordenstein, Bordenstein, 2011).
CoriacHO HalIMM JaHHBIM, IOCTOSIHHOE cojnepkanue wuHbuupoBanHeix WMelPop
D. melanogaster npu 16 °C He IpUBOIUT K STUMHHAIINN OAKTEPUN M3 OPraHU3Ma X031 HA.
Hecmotpss Ha 3HauuTenbHoe yBenuueHue cpenHedl DK uHQUIMpPOBaHHBIX MyX MHpH
MOHMKEHHON TemnepaType mo cpaBHeHUIO co cpeaHedt IDK mpu 25 °C, neraTtuBHOe
siaustare Wolbachia na BepKuBaeMocTh Myx mpu 16 °C coxpaHsieTcs. DTOT pe3y/bTar
NPOTUBOPEUUT JAHHBIM, TOJYUYEHHBIM paHee apyrou rpymmoit (Baiicman u ap., 2009;
Baiicman u np., 2013), rae ananorunuHast nHuirposanHas muaus D. melanogaster sxuna
npu 16 °C ponpme HewmHumpoBaHHoW. [Ipu NOHWKEHHOW Temmeparype Mbl He
OOHApYXUJIM KaKHX-JIMOO CYIIECTBEHHBIX HapylleHuid mopdonorum Oakrepun. Ctout
OTMETUTb, YTO METa00JIM3M OaKTepuil MPOJIOIIKAETCS Jaxe MPH AKCTPEMAIbHO HU3KUX

s HEX TemrnepaTtypax (Sengupta, Chattopadhyay, 2013). Takum oGpa3oMm, B Hamici
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pa6ore Hu 29 °C, au 16 °C He SBISIOTCS CTpeccoBbIMU Temneparypamu st Wolbachia u,
MO-BUIUMOMY, BIMSIOT JUIIL HA CKOPOCTh META00IM3Ma OaKTepuil.

CyIiecTBOBaHHE CBA3U MEXIY TEMIIEPATypOl OKPYKAIOIIeH CPeibl M KCIIPECCUCH
TCHOB BUPYJICHTHOCTH OakTepuii Obuto mokazaHo panee (Lambris et al., 2008). Tak,
HanpuMep, MOBbINICHHE TeMiepaTypbl 10 37 °C sABJISIETCS CUTHAJIOM JUIs MATOT€HHBIX
MHKPOOPTaHU3MOB, CTUMYIUPYIOIIUM aKTUBHOCTh MX MPOHUKHOBCHUS M PAa3MHOXKCHHUSI B
oprannsmMe teriokpoBHBIX kuBOTHBEIX (Konkel, Tilly, 2000). B nacrosiieir pabote MbI
BBISSBWIM YCWJICHHE BiIMsHUS wuHbuUIMpoBaHHOocTH D. melanogaster Oakrepusmu
Wolbachia Ha wux BBDKHMBAGMOCTH TNPH TMOBBIIMICHHOW TeMIIEpaType. JTO IO3BOJISIET
HPEANOIIOKUTh, YTO TPOSIBIICHHE BUPYJIeHTHOCTH mTamMma WMelPop mpowucxoaut mo
aHAJOTMIHOMY MEXaHHU3MYy, TOJIbKO Tipu Temieparype 29 — 30 °C, nockonsky Wolbachia

I/IH(bI/II_[I/IpyeT XJIAJHOKPOBHLIX )KUBOTHBIX, apTPOIIOA 1 HEMATO.

4.1.3. BiusiHue MOBBIIIEHHOH M NMOHUKEHHON TeMIlepaTypbl Ha B3auMOJAeliCcTBHE
napTHepoB B cumouoTHueckoii cucreme \Wolbachia-D. melanogaster

M3BecTHO, YTO Jake HE3HAYMTENbHBIE TEMIIEPATypHbIE W3MEHEHUS MOTYT
BO3JICHCTBOBATh HA YCTOMYMBOCTh X03IMHA K MH()DEKIIMOHHOMY areHTYy, a TAK)Ke BIUSTH Ha
BUPYJICHTHOCTh M pa3MHOkeHue mnapasuta (Thomas, Blanford, 2003). Hampumep, B
XOJIOJIHBIX YCJIOBUSIX OKpYXKaromied cpeipl rpuOkoBeiid matoren Entomophaga grylli
JIEWCTBYET KaK CMEPTENbHBINA (pakTop Ha TMOMYJISIIHI0 Ky3HEYHKOB Z0NOCerus variegatus.
Omnako B COJHEYHBIE JIHU TP yBEIUMYCHUH TemmepaTypbl jgaxe Ha 2 °C
WH()HUIUPOBAHHBI XO3SWH BOCCTAHABIMBACTCSA OT OOJIE3HH M CO3MaET YCTOMYUBYIO
rpymmy ocob6eit (Chapman, Page, 1979). [loBsimienHast TeMiiepaTypa MOXKET HapylaTh
B3aUMOJICHICTBUEC CUMOMOHTOB M MPUBOIUTH K 3nuMuHaimu uHbekiuu y Tiu (Ohtaka et

al., 1991) u Hocarok (Sasaki et al., 1996). [Tonmwxkennas temnepatypa (18 °C) npuBoauT K
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CYIICCTBEHOMY CHIDKeHHUIO tuiotHoctu Spiroplasma y Drosophila nebulosa wu
D. melanogaster, a nosbiiieHHas Temieparypa (28 °C) HeMHOTO CHHXKAET, IMOO HUKAK HE
BJIMSICT HA TUTP OaKTepuil y ATHX X0351eB. Kak mpu MOHMKEHHOM, TaK U TIPY TIOBBIIICHHOM
TEMIIepaType MPOUCXOIUT TIOAaBIICHHE BEPTUKAIBHOM repenaun cumoOuonTa (Anbutsu et
al., 2008). HUurepecno, uro comepskanue oc Nasonia vitripennis mpu MOHMKCHHOMH
temriepatype (18 °C) BrI3pIBa€T CHU)KEHHE TUIOTHOCTH OaKTepuil B OpraHu3Me XO3siMHa U
IpU 3TOM TIOBBINIAETCS YPOBEHb NHUTOILIa3MaTH4eckoii HecoBMecTumocTH (L[H) mo
cpaBHeHUIO ¢ KoHTpojem mpu 25 °C. Ilpm BO3IEHCTBHMM Ha Ty JK€ acCOIHAIUIO
noBeIIeHHOU TemnepaTypoit (30 °C) mpoucxoauT O6osee CylecTBEHHOE CHUKEHUE TUTPa
OakTepuii, HO 3TO HUKaK He oTpakaercs Ha yposHe LIH (Bordenstein, Bordenstein, 2011).
B Hamreii pabote ObLIO MCCIIEIOBaHO B3anMo IelcTBre matoreHHoro mramma \Wolbachia
wMelPop u D. melanogaster u yctaHOBIIEHO, YTO MOBBIIICHHAS TEMITEPATypa HE BHI3bIBACT
CHIDKCHHUS IUIOTHOCTH OAKTEpHi, 8 HA00OPOT CIIOCOOCTBYET €€ YBEITUUCHHIO, CTUMYIHPYS
pa3sMHOXeHHE YHIOCUMONOHTOB. Ha 7-0ii nieHb Bo3aeicTBus 29 °C MOSIBISAIOTCS KPYITHBIC
crkorienust Oaktepuit  Wolbachia. Takas peaknus OakTepuii Ha IOBBIIICHHYIO
TEMIIEPATypy, BO3MOXKHO, OOYCIIaBIMBACT SIPKO BBIPAKCHHYIO MATOr€HHOCTh IMITAMMa
wMelPop. Kpome Toro, moBbIIIICHHAs TEMIIEpaTypa, BEPOSTHO, MPUBOJUT K CHUYKCHHUIO
YCTOMYMBOCTH XO03sAMHA K MH(EKIMH, U HA 3TOM (OHE spUe MPOSIBISICTCSA BO3ACHCTBHE
Wolbachia na opranusm xo3suna. [loHwkeHHas TemmepaTypa, Kak ¥ B NPUBEAEHHBIX

BhIIIC paboTax, ymeHbmaet Biusaue Wolbachia, 3amemiss metaboau3m GakTepHid.
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4.2. Bo3moxkuble myTH aerpagamum Oakrtepmii Wolbachia mramma wMelPop B
kJerkax mo3ra D. melanogaster. 'uoennb 0akTepuii Kak OHH U3 IJIaBHBIX ()AKTOPOB,

CHIZKAIOIIMX NMPOI0JKHTEIbHOCTD ski3Hu D. melanogaster

Hamu ObuTO ycTaHOBJIEHO, YTO KaK B HOPMAaJbHBIX YCIOBUSX, TaK U MpPU JACHCTBUU
NIOBBIIICHHOW HJIM IMIOHIKEHHOW TEMIIepaTyphl Ha MyX B KieTkax mosra D. melanogaster
npucyrctByior Wolbachia ¢ wHapymenHoi CTpyKTypoil W 3JIEKTPOHHO-IIIOTHBIM
MaTpukcoM. Hanbonee MHTEPECHBIME SIBISIFOTCS 3JIEKTPOHHO-TUIOTHBIC MATOYKOBHIHBIC
OakTepuu, MOJOOHBIE KOTOPHIM OBLTM TaKKe€ OMHCAHBI paHEe B CTaThe aMEPHKAHCKUX
yuénbix (Min, Benzer, 1997). I1o HammM naHHBIM cojaep)aHue HaceKoMbIx mpu 29 °C B
TedeHue 13 nHel NMPUBOAUT K PE3KOMY YBEJIMYEHUIO TaKUX OakTepuanbHbIX GopMm. B
nporecce uX (HOpMHUpOBaHUS MATPUKC OaKTEpUil YIUIOTHSETCS W yBEIMYUBACTCS
IPOCTPAHCTBO MEXKy BHEIIHEW MeMOpaHOW M KJIETOYHOM CTeHKOH. B kierkax mosra
ObUTH OOHAPYKEHBI MepeX0HbIe (HOPMBI C MOJSIPHBIM YIUIOTHEHHUEM MaTpPUKCa, a TaKXKe
pacripeaeNeHueM ero IUIOTHBIX (parMeHTOB Mo Bcell kieTke. CiaeayeT OTMETUTh, YTO
AJIEKTPOHHO-TUIOTHBIE MAJI0YKOBUHbIE OaKTEpUU BCTPEUAIOTCS JIMOO MOOAMHOYKE Cpeu
OakTepuit 00BIUHON (opMbI, JHOO B MHOTOYHCICHHBIX CKOIUICHHSAX. JlaHHBIC
OakTepranbHbie (OPMBI MOKHO OTHECTH KaK K JETPaJUPYIONUM, TaK W K JKUBBIM
OakTepHsiM, TNEepelieIMMI Ha HOBYIO CTaJHUI0 >KM3HEHHOro Iukia. Paccmorpum u
CpPaBHUM TPaBOMOYHOCTH CYIIECTBOBAHUS KaXKIOTO U3 JIBYX NEPEUNCICHHBIX BAPUAHTOB.

Panee ObuTO MOKa3aHO, UTO THOENH WK JeTpajals OaKTEpHUil MOXKET MPOUCXOTUTh
10 JIBYM OCHOBHBIM T'€HETHYECKHM CHCTEMaM: TOKCHH-aHTHTOKCHUH CHCTEMa U CHUCTeMa
mazEF (Engelberg-Kulka, 2006). ITepBast cuctema paboTaeT B ciydyae MoTepu OakTepueit
CBOEH IMJIa3MUAbl WIM BHEXPOMOCOMHOIO MaTepuana, B pe3yJlbTaTe Yero MpOUCXOAUT

6I)ICTpa$I Acrpaganusd HCYCTOﬁqHBOFO AHTUTOKCHHA, BECAYIIasd K aKTUBAllUKM TOKCHHA U
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rubenu kierku (Hayes, 2003). Bropast cuctema akTUBUpPYETCsS B CIy4ae CTPECCOBBIX
CUTyallui, MPUBOJAIIMX K OCTAaHOBKE 3KCIpeccuu reHa mazEF, komupyromiero 0enok
MazE, xoTopslii omocpeayer mporiecc aerpamanuu Oaktepuii (Aizenman et al., 1996).
MOXHO TpeArnoNnoxuTh, uto B Hamied padbore Wolbachia mramma wMelPop rubnyT B
pe3yabTaTe aKTHBAIMU BTOPOW CHUCTEMBI alloITo3a, MOCKOJIBKY aKTHBHOE Pa3MHOKCHHE
OakTepuil B KIETKaX MO3Ta TMPUBOJUT K 0Opa3oBaHUIO OOJBIIMX CKOIUJICHHUM
DHIOCUMOMOHTOB M HEXBAaTKE IUTATEIbHBIX BEIECTB, YTO SBISETCS CTPECCOBOU
curyarmeir mms  Wolbachia. Css3s  Mexay mpomeccom rubenn OakTepuil  H
dbopMHUpOBaHHEM  DJICKTPOHHO-IUIOTHBIMX ~ BKJIFOYCHHA Oblla  OTMEUEHA  paHee
HECKOJIBKUMHU TpylmnaMu yu€HbIX Ha pasHbix oObektax (Wright, Barr, 1980; Hayes,
Burgdorfer, 1982; Zhukova et al., 2008).

Panee OBLIIO ONTMCAHO TMOSBICHHUE AJICKTPOHHO-TIOTHBIX 00pa30BaHMiA B IIUTOILIA3ME
wierok Hemaron Dirofilaria immitis, nagummposanusix Wolbachia (Kozek, 2005). Tlo
MHCHHIO aBTOpa, 3TH CTPYKTYPBI MPEACTABISAIOT COOOH OJHY M3 CTaJUN Pa3MHOKCHUS
OHJIOCUMOMOHTOB. DIIEKTPOHHO-TUIOTHBIE HEPACTBOPHMBIC OEJIKOBBIE CKOTUICHUS,
JeKalue B MaTpUKCe OaKTepuid, TMOSBISIOTCS B PE3YJIbTaTe TUIEPIKCIPECCUU
reTepPOJIOTMYHBIX TCHOB M Ha3bIBAIOTCA TebllamMu BKitoueHus (inclusion bodies) (de Groot
et al., 2008). Jlonroe Bpems 1aHHbIEC BKIIOUYCHHS CUUTATUCH OMOOTHYECKH MTACCUBHBIMH,
HE MPUHUMAIOIINMH B KU3HHU OaKTepUANTbHON KIETKA HUKAKOTO y4acTus, HO B 2005 rony
ObLTa, HaKOHEIl, 0Ka3aHa ux ¢pyHkiroHanbHOCTH (Garcia-Fruitos et al., 2005; Talafova et
al., 2013). Kak mpaBwmio, Tenblila BKIIOYCHHS OOpa3ylOTCs B MaTpUKCe OakTepHid
BCJIC/ICTBUC HEXBAaTKU IMUTAHHS, ¥ MOTYT BBICTYIIaTh B POJIM 3allaCEHHOI'O HMCTOYHHKA
SHEPTUH, HEOOXOUMOM JIUTS UX JAIbHCHUIIICH )KU3HECITCILHOCTH. BBICISIIOT HECKOIBKO

OCHOBHBIX BCIICCTB, 06p33y10H_[I/IX QJICKTPOHHO-TUIOTHBIC BKIITFOYCHUA! I_[I/IaHO(bI/II_II/IHOBBIe
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IpaHyJbl, KOTOPbIE BBICTYNAIOT B KAayeCTBE XPAHWIMILA a30Ta, yIJepoJa U SHEPruu;
nonudocdaTHble TPaHyIbl WKW BOJIOTHH, SIBISIOMIMECS XpaHWIuieM (ocdaToB wuin
HCTOYHUKOM 2HEpruu, 3amensitonum AT®; MarHeTocoMbl, y4acTBYIOIINE B 00eCTIeYeHUN
MarHeToTakcuca y 0akrepuil (OpHEHTHpPOBaHUE BJIOJb T€OMAarHUTHBIX JuHUKN) (Shively et
al., 2006). Mo:kHO TIPEaIOI0KUTh, YTO M B HAIIIEM MCCJICIOBAHHH 3JICKTPOHHO-IIJIOTHBIE
CTPYKTYPBI SIBJISTFOTCSI HOBOH XKU3HEHHOW (opmoit 6akrepuii Wolbachia, o6pasyrometics
U3-32 HEXBATKU MMUTATEIBHBIX BEIIECTB U (POPMUPYIOIICHCS TPU MOTAaIaHuU B CTPECCOBBIE
YCIIOBUSI.

M3BecTHO, YTO 711 LIMPOKOIO CIIEKTPA TPaMOTPULIATENbHBIX OaKTEPHUl XapaKTepHO
HAJIMYME TOKCHYECKHUX BEIIECTB, JOKAIU3YIOIIMUXCS Ha MOBEPXHOCTH BHEIIHEH MEMOpPaHbI
ux kiaerounoit crenku (Alouf, Freer, 1999). DK30TOKCHHBI BBIACIAIOTCS OaKTEpPHATIbLHOU
KJIETKOM B mporecce €€ KUZHENEATEIbHOCTH, a HJHIOTOKCHHBI HAXOISATCS BHYTPHU
MUKpPOOpPIaHH3Ma U BBIBOJATCA HAPYXKY TOJBKO NpPH pPa3pylIeHUH WIH THOeIn
mukpoopranmzma (Alouf, Freer 1999). JlanHbie BemecTBa HAHOCAT BpeJ] Kak Mpo-, TaK U
sykapuotndeckum opranmsmam (Kuehn, Kesty, 2005). B kierkax Mo3ra Hamu ObUIH
oOHapy>KeHbl 0aKTepUH C My3bIPbKOBUIHBIMU CTPYKTYpPaMHU, JIEKAIIUMH MEKy BHELTHEH
MEMOpPaHOH U KIECTOYHON CTeHKOM 3HmocumOuoHTa. HemaBuue uccnemoBanus E. coli u
Salmonella enterica moka3anu, 4To MPU MOMEIIEHUH UX B CTPECCOBBIC YCIIOBUS, BKITIOYAs
MOBBIIICHHYIO TEMIEPaTypy, MPOUCXOTUT aKTUBAIUS MPOLIECCa OTIEIECHUS My3bIPHKOB C
Hern3BecTHBIM cozepkumbiM (McBroom, Kuehn, 2007). Beirenstor tu Wolbachia kakwue-
100 TOKCHHEI B IIUTOIIIa3MY KiieTok mo3ra D. melanogaster ne u3ectHo. [loka3zano, 4to
OHHU MOTYT BBIJICJIATh HEM3BECTHBIE MMOKa BemiecTBa 1o 4 Tuiry cekpernnu (Rances et.al.,
2008). Tlockonpky wMHorme smHuu D. melanogaster mnpekpacHo COCYIIECTBYIOT C

Wolbachia, MoxHO npeanoao)uTh, 4TO 3TH 3HIOCUMOMOHTHI HE BBIICISIOT TOKCHHBI B
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KiIeTku xo3simHa. OgHako mramm WMelPop siBnisieTcst maToreHHbIM, W, BO3MOYKHO, UMEHHO
OH CEKpPETHPYET TOKCHIECKHE BemecTBa. B TO jxe Bpemsi, Hellb3sl HCKITIOYHUTh, YTO UMEHHO
NPOAYKTHI ACTPATAIK OaKTepUi, a HE UX TOKCHHBI, SBJISTIOTCS IPUYUHOM THOSIN KIIETOK,
TIOCKOJIbKY H3-32 OTPAaHHYCHHOCTH NPOCTPAHCTBA B TKAaHH MO3Ta, 3aKIIOYEHHOW B
000JI0YKY, MX BBIBOJ M3 TKaHM Mo3ra 3aTpyaHéH. HeoOXoammo Takke OTMETUTh, YTO
uccienyeMsiid matorennsiid mramm Wolbachia wMelPop Obwt BeIsIBIIEH HE TOJIBKO B MO3TE,
HO M B MBIIIIAX, CETYATKE U PEIPOTYKTHBHBIX OpraHaX, B KOTOPHIX TOXKE MPOUCXOIMT
paspyuieHue Oaktepuii. He MCKIIIOUeHO, YTO WHTCHCHUBHOE HAKOIUICHUE SHJOCUMOMOHTA
BO MHOTHX OpraHaX XO3sWHAa W WX Jerpajaius MPUBOIUT B COBOKYITHOCTH K THOCIH
HACEKOMOTO.

[lpy wWCclnemoBaHWM  BIMSHUS — Pa3jMYHBIX  PEKUMOB  TEMIIEpaTypbl  Ha
D. melanogaster mamu ObUTH Tak)Ke BBISABICHBI OAaKTEPHH C CHUJIIBHO Pa3peKCHHBIM
MaTPUKCOM U 3JICKTPOHHO-TUIOTHOM KJIIETOYHOM CTEHKOMW, YTO MOXKET CBHJICTEIILCTBOBATh
0 BEpOSTHOM HapYIICHUU, KAK CHHTETUYCCKOW aKTUBHOCTH, TaK M JACTPAIAIH KIICTOYHBIX
MemOpaHn. Kpome Toro, mel HaOmoganu B mnuroruiasMe kierok mo3ra Wolbachia ¢
pa3pylIeHHON KJIETOYHOM CTEHKOW M HApYyIICHUEM IEeTOCTHOCTH BHEIIHEH MeMOpaHBI
000JI0YKH, COIPOBOXKIAIOIIEECS YBETHMUSCHHEM pa3MepoB OaKTepHUil ¥ TOMOT€HHU3AINEH nX
nUTOIIa3Mbl. MHOT/Ia  PeruCTpUpOBAIUCH OJWHOYHBIC OAKTEPHHM WU  TPYIIIBI
SHJOCUMOUOHTOB, 3aKITIOUEHHBIC B JTM30COMOIOJA00OHBIE CTPYKTYPHI, KOTOpPEIE, 10 BCEil
BUJIMMOCTH, Jiajiee mepeBapuBaiu Oaktepuil. Ha ocHOBaHMH pe3ysIbTaTOB 3JIEKTPOHHO-
MHKPOCKOITYECKOTO aHaIH3a MOXKHO MPE/UIOKUTHh HECKOIBKO Pa3HbIX MyTeH JIerpaialiu
oakrepuit Wolbachia B kmerkax mosra D. melanogaster, npuBomsmmx k THOETH

SHIOCUMOUOHTOB!
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1. VYiutoTHeHHEe 0aKTepHabHOTO MaTPUKCA, YBEIMUCHHE MTPOCTPAHCTBA MEXKITY
BHEIIIHEW MeMOpaHOM U KJIETOYHOUW CTEHKOM, a Takke u3MeHeHue (PpopMbl OakTepuil U3
KOKKOHWITHOH B MaJOYKOBUIHYIO;

2. Pa3pexenue u pa3pbixiieHue MaTpukca OaKTEpUid, YIIIOTHEHUE UX KJIETOYHOU
CTCHKH U yBEIIMYCHUE 00hEMA YHIOCHMONOHTOB;

3. Pazpymienue 00070uku OakTepuil, TOMOT€HH3allMsl MaTpUKCa W pacmaj
coaepxumoro Wolbachia B nuromnnazme xo3sicKoil KIETKH;

4. Cnustare Wolbachia ¢ mu30coMonoqo0HsIMI CTPYKTYPAaMHU KJIIETOK XO3SIMHA U

nepeBapuBaHue 0aKTepuil BHYTPU ITUX CTPYKTYP.

4.3. BausiHWe NOBBINIEHHOI Temmepatypsl Ha TuTp Oaktepuii Wolbachia B
kiaeTkax mo3ra D. melanogaster mposiBiisieTcsi HaYWMHAsi €O CTaJAMHM «MO3THEH»

KYKOJIKH

CornacHO HaIIUM JIaHHBIM, TIOBBIIIICHHAs TeMIepaTypa CHUIBHO YBEIUYUBAET
nposupepanmto  Wolbachia mramma wMelPop B kineTkax Mo3ra  B3pOCIHBIX
D. melanogaster, uto cormacyercs ¢ paHee moixy4eHHbIMH pe3yiabTaTamu (Min, Benzer,
1997). Opgnako momo0HOE BO3JEHCTBHE HE OKAa3bIBACT CYIIECTBCHHOT'O BIIMSHUS Ha
pa3MHOXKEeHHe OakTepHil BO BpeMsl pa3BUTHS MyX Ha CTaJAMH JIMYMHKH 3-ro Bo3pacTa. Ha
3TOM CTaJAMM Pa3BUTHS B TKAHM MO3ra MPOXOIUT BTOpas (a3a HelporeHesa, BO BpeMs
KOTOpOl M3 HeilpobiacToB GopMupyroTcss HeAu(depeHIMPOBaHHbIE BTOPUYHbIE
Heliponbl. CrieZlyeT OTMETHTb, YTO Yy JIMYMHKU 3-TO BO3pacra Mpoliecc HelporeHesa B
pa3nmuHbix obmactsax [ITHC mpoxoauT acHHXpOHHO M B TE€YEHHE Pa3HBIX MPOMEXKYTKOB
BpeMenu (Truman, Bate, 1988). B pesynprare »TOro mporecca IO BCEH TKaHU
pa3BuBaronierocsi mosra mepea Meramopdo3oMm (opmupyercss O0NbIIOE KOIHMYECTBO

HeudPpepeHITIPOBAHHBIX «MOTYAIINX)» HEUPOHOB. TakuM 00pa3oM, OTCYTCTBHE BIUSHHUS
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29 °C na tutp Wolbachia B wrerkax [JTHC nmumHOK 3-rO BO3pacta MOXKET OBITH IO
NpuYrHE OOJBIIOTO KOJMYECTBA MACCUBHBIX HEHMPOHOB W KIIETOK TJIMH, B KOTOPBIX HE
NPOUCXOMUT AaKTHBHOTO CHHTE3a MHUTATEIbHBIX BEHICCTB, HEOOXOJMMBIX IS
WHTEHCHBHOTO pa3MHOXkeHUs mTamma WMelPop.

[TocTpoeHHBIE Ha OCHOBAaHWW HAIIUX HUCCIEAOBaHWUN TpaduK JTUHAMHUKH
otHOcuTenbHOHN MwioTHOCTH Oaktepuit Wolbachia 8 IITHC nwumHkM w TkaHm Mo3ra
B3pOCIBIX MYX ITOKa3aJl, YTO aKTUBHOE pa3MHOXeHHe OakTepuii ipu 29 °C mpoucxoauT BO
Bpemst Metamopdosa D. melanogaster. [ToapoObIHbIi aHAIN3 H3MEHEHUS TUTPa OaKTepHii
B Meramopdo3e Myx BbIABWI, 4TO yBenumueHue rmiotHoctd Wolbachia mpoucxomut
UMCHHO Ha CTaJIMU «ITO3THEH» KYKOJIKU. DTO MO3BOJISET HAM MPEIIOI0KUTh, YTO TaHHAsS
cTamusi sBIsieTcs crnenupudeckoi (azoif, KOTOpas CTHMYIUPYET PO epaIuo
wMelPop B IIHC xo3stiHa ipu 29 °C. [lepuox meramopdo3za Drosophila xapakrepusyercs
BBICOKMM THUTPOM JKIHCTEPOHJIOB, KOTOPBIC 3alTyCKAIOT (POPMHUPOBAHUE MyMApHs U CaM
nporiecc Meramopdosa (Riddiford, 1993). IIHC, ronagpl u ManbmurueBbl COCY/IbI
SBISIFOTCS. €IMHCTBEHHBIMH OpraHaMH, KOTOPBIE COXpPaHSIOTCS Ha OJTOW CTaaud |
NPOIOJDKAIOT pa3BUBAaThCs BO BpeMs Metamopdosa. (Robertson, 1936; Shukla, Tapadia,
2011). TIlepBblii MNHUK OSKAMCTEPOHMIOB, Cpa3y IOCIE OKYKJIMBAHHs, 3aTpardBaeT
«MOJYAIINe» KICTKH MO3ra JIMYMHKH, KOTOPBIC AKTUBUPYIOTCS W MEXAY HUMH
HauMHaeTCs mporece GopMupoBaHuss HOBBIX cBs3edt (Truman, Reiss, 1995). Bropoii u
caMbIii OOJIBIIION MUK TOPMOHOB Ha CTaJUU KYKOJIKH (MEXIY «CpeIHEeW» U «IO3IHEH»)
pEeTHCTpHUPYETCS TMO3IHEE W CBSI3aH C CO3PEBAHUEM M CHHANTOTEHE30M CHEIM(DUIHBIX
HEWPOHOB JUISI B3pPOCJIOr0 MO3ra HAaCEKOMOTO, KOTOpHIE OBLIM COXpPaHEHBI BO BpEMs
paszButust auuuHku (Truman, 1996). [Tokazano, 4yTo MOBBILIEHHAs TEMIIEpaTypa MOXKET

YBCINYUBATL OJBKCHPCCCUIO IOKIAUCTCPOHUIOB, YCKOPAA BpPCMA IPOXOXKACHUA CTaIUU
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KYKOJIKU. BpICTpast akTHBAIs TUIMHOYHBIX U CTICIIU(UIHBIX B3POCIOMY MO3TY HEHPOHOB
npu 29 °C ¢ BBICOKUM TUTPOM SKIUCTEPOHUIOB MPHUBOAWT K HApaOOTKE OOJBIIOTrO
KOJINYECTBA CyOCTPAaTOB BHYTPH KJIETOK, HEOOXOJUMBIX JJIsi UX pa3BUTHs. M30bITOUHOE
KOJIMYECTBO THTATEIbHBIX BEMIECTB BHYTPH KIETOK MO3ra XO3fWHA SBISETCS
BEJIMKOJICTTHOM Cpeo W CUTHAJIOM IS Pa3MHOKEHUS MaTOreHHoro mramma. CTouT
TaKk)K€ OTMETHTh, YTO JUIsl JeJeHUS W (OpPMHUPOBAHWS HOBOW BHEIIHEH MEMOpaHBI
Wolbachia ucnoas3yrot supomnasmarudeckuii peruxyinym (DI1P) kiaetku xo3suna (Roy,
2002). AxkTuBanus CMHTETHYECKON aKTMBHOCTH ammapata ['ompmku u DIIP HeipoHOB,
(GOpPMHUPYIOMIMX MHOTOYMCIICHHBIE HOBBIE CBS3H MEXIy COOOM, M KIETOK TJIHH, KOTOPHIE
NOJICP)KMBAIOT  HEWPOHBI B Mpolecce MeTamopdosa,  SBISETCS, BEPOSTHO,
ONarompusATHBIM TEPHOAOM sl  OBICTPOTO Pa3MHOXKEHHUS MATOTEHHOTO IITaMMa
Wolbachia wMelPop.

[Tpu HanoxeHnn rpadMKOB AMHAMHUKHA KOHIICHTPAIIUH JKIUCTEPOUIA HA CTATUIX
JMYUHKH, KYKOJIKHA U B3POCJION MYXH M OTHOCHTEIBHOH TuIOTHOCTH Oaktepuii Wolbachia
B [ITHC Ha aHAJIOTMYHBIX CTAJHSAX, 3aMETHA KOPPEISAIHS MMHUKa SKIUCTEPOUIa Ha CTaJUU

«CpemHei» U «IMo3AHeH» KYKOJIKH ¢ yBeIMUeHHEeM TUTpa 0akrepuii (Puc. 49).

4.4. Ocobennoctu pacnpenenenuss \Wolbachia mramma wMelPop Ha pa3HbIxX

cTaausIX )KU3HeHHoro nukJja D. melanogaster

Hame wuccnepoBaHue MpoJIeMOHCTPUPOBAIO HEPAaBHOMEPHOE pachpe/esieHue
Wolbachia mramma wMelPop B ITHC smunaku 3-ro Bo3pacrta. B 061acTi moAriIoTOYHOTO
TaHIJIMs, [EHTPAIbHOM MO3Te U LEHTpalIbHOM yacTu OprourHoro HepBHOro creoia (BHC)
oOHapyxwuBaetcs 6osbinoe KomuuecTBo Oaktepuii (10 — 200 GakTepuit Ha KOHPOKATBHBIH
Cpe3 KJIETKH), KOrja Kak OOJIBIIMHCTBO KIJIETOK 3a4aTKOB ONTHYECKUX JOJIeH U

narepanbHbix obaacteit BHC cBo6oausl ot Wolbachia. HepaBHoMepHoe pacnpenencHue
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mrramma WMelPop, BeposiTHo, hopmupyeTcs erié B paHHEM SMOpHUOTreHe3e MyX, Kak ObLIO
panee npeanonoxeno mis D. melanogaster (Albertson et al., 2009) u Brugia malayi
(Landmann et al., 2010).

[Mponecc pacnpenenenns Wolbachia B [JHC Ha mpoTsbkeHHM pa3iM4YHBIX CTaaHl
YKU3HEHHOTO LIMKJIa MyX MOET OBbITh pa3felieH Ha JiBa OCHOBHBIX Nepuoaa. B mepBom
nepruosie MPOUCXOAUT PABHOMEPHOE pacmpesesieHue OaKTepuid MEeXAy ACISIIAMUCS
KJIETKaMU B OOT€HE3e M paHHEM 3MOpHOTreHe3e 10 CTaJIUU TacTPYJSIHUU U OTCIOCHUS
HelipoOacToB. Bo Bropom nepuone pacnpenencaue Wolbachia, naunnast ¢ HefiporeHesa
U 3akaHumBas (HOPMHPOBAHHUEM PA3TUYHBIX OTIEIOB MO3Ta, OCYIIECTBIISCTCS
HepaBHOMEpHO. bbpIIo mMoka3aHo, uTro mepenada Oaktepuil B Oyayiiee MOTOMCTBO
3apak€HHOW MYXH OCYIIECTBIISIETCS BO BPEMsI paHHETO OOTeHe3a MyTéM paBHOMEPHOTO
pactpeneneaus Wolbachia mexay kimetkamu npu GOpMHpPOBaHHMH IMHCTOONACTA W3
3apOJIBIIIICBOM  CTBOJIOBOW  KJIE€TKH repmapus. Llucrobrmact mpoxomuT  cepuio
CUMMETPHUYHBIX JIeNIEHUH, B pe3ylbTrare 4ero (GopMHpyeTcs LHUCTa C PaBHOMEPHBIM
pacnpenenenueM 6akrepuii mo Bcem kietkam (Puc. 50 a —r). 3aTem 3aaHss 3apoabIieBas
KJIETKA CTAHOBHUTCS OOIUTOM U COJICPKHUT TPynny OakTepuil, JOKAJIM30BAaHHYIO B
OCHOBHOM Ha 3amHeM moitoce kietku (Puc. 50 m). DTo HeMHOro HepaBHOMEpPHOE
pacnpesiesicHre coxpaHseTcs mpu co3peBanuu siina (Puc. 50 e, ) (Serbus et al., 2008).
CdopmupoBaHHOE SII0 3aTEM CUHXPOHHO JIEJIUTCS BO BPEMsI paHHETO SMOpHOTreHe3a, ’
OakTepuM B PaBHBIX KOJUYECTBAX PACXOJATCS K KaKIOW JOYepHEH IEHTPOCOME,
ompenensisi, TakuM oOpa3oMm, paBHoMmepHoe pacnpenencaue Wolbachia no Bcemy
aMOproHy mocie cramuu nemmonspuzanuu (Puc. 51) (Kose, Karr, 1995). Bo Bpems
racTpyJisiliud 3MOpHUoHA (OPMHUPYETCS TPU 3aPOJIBIINICBBIX JIUCTA, KJICTKH KOTOPBIX,

BEPOSITHO, OJMHAaKOBO MH(puuupoBanbl Oakrepusmu (Leptin, 1999). ChopmupoBaHHEIit
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AKTOJAEPMAJIBHBIN JIUCTOK COJEPKUT OpPIOMIHYI0 M MpouepaTnyecKyl0 HEHPOreHHYIO
00JacTh, W3 KOTOPOM 00pa3yroTcs, COOTBETCTBeHHO, HeupoOmactei BHC u mosra
sMOproHa mociae cepur cuMmmerpuunbix aencHuit (Urbach, Technau, 2004). Bsuio
nokazaHo, 4uro Wolbachia paBHOMepHO pacHpeAensioTcs MEXIY SHUTCIHATbHBIMUA
KJICTKaMH ¥ 00pa3yroIIMMUCS HeWpoOJiacTaMH, 3aHUMasi B 00EHX KJIETKAaX alrKajabHOe
nonoxenue (Puc. 52) (Albertson et al., 2009). 3arem HaunMHAETCSI BTOPOW MEPHUOJ,
XapaKTepU3YIONINIiCS HEpaBHOMEPHBIM pacrpeziefiecHueM OakTepuil mo kietkam. [locie
OTCJIOCHUSI OT AIHUTETUAIBLHOTO CJIOS, HEHPOOJIACTHl aCCUMETPUYHO NEJITCS, 00pasys
CaMOOOHOBIISIONTYIOCS KJIIETKY U TaHTJIMO3HYI0 MaTepuHCKyto kieTKy (I'MK), u3 xotopoit
(GOpPMHUPYIOTCS, BIIOCICACTBHH, HEHPOHBI M KJICTKA TIWU. Bo Bpems 3Toro neneHus,
OakTepuu mnepeMemamTcs B (GopMmupymommiicas Heiipodnact, Ho He oTxomar B 'MK
(Albertson et al., 2009). UuTepecHo, uTO 3(h(HEKTHBHOCTD pa3jciicHus OaKTepuil 1o
dopmupyrommMcst  kietkam  3aBucut oT mramma Wolbachia. Ilo cpaBHeHuio co
mrammamu WRi 1 WMel, matorennsiit mramm WMelPOp uMeeT HanOoJIbIyI0 BEPOITHOCTh
nonacte B MK (Albertson et al., 2009). Takum oGpa3om, accuMeTpuuHas Tepeaada
Oakrepuit Wolbachia Bo Bpems HeiiporeHe3sa TPUBOIUT K HEPABHOMEPHOMY
pacnpenenenuto Oakrepuit mo Bceit [THC »mOpuona (Puc. 53), m Takas kapTuHa
COXpaHSeTCS Ha JUYMHOYHBIX cCTaigusX. Hamm pe3yapTaTbl COTIACYIOTCS €
BBIIICONTUCAHHBIMU JIaHHBIMU, JAeMOHCTpupys, 4to B [IHC nuumnku 3-ro BO3pacra mnpu
25 °C wMelPop npeanoutureabHO HHPHUIEPYET 00JACTH B IIEHTPE 0a3aIbHBIX CETMEHTOB
BHC u mosra, u pacnpenenenne HHQEKIMH COOTHOCUTCS € TIOJIOXKEHHEM HeipoOaacToB
(Puc. 54 a, 0). Kaxxgast u3 stux xierok conaepxut 10-200 6axrepuii Ha KOHPOKATBHBIN
cpe3 (BTopas rpyrmma KieTok). Menee nHpUIMpoBaHHBIE 00JIaCTH, PACTION0KEHHBIEC TIO

nepudepnn 1 B anukanbHbIX 10X [IHC, cocTosAT n3 nepBUYHBIX U BTOPUYHBIX HEHPOHOB
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U KJIETOK Ind, OOpa3oBaHHBIX M3 HeWpoOmactoB u comepxkammx 1-10 Oakrepumii
Wolbachia na cpe3 kietku (mepBasi rpymma KJIETOK). B pesynbTaTe acCHMETpHYHOTO
JIeNIEHUs] HEHPOOJIaCTOB, MO-BUANMOMY, JIMIIb HEOOJbINAs YacTh OaKTEpUi MOManacT B
I'MK.

B ortimume ot ocranpHbIX KieTok [IHC kieTkn 3a4aTKOB ONTHYECKHX TOJIEH, HE
coJepkaliue, B OCHOBHOM, OakTepuil, (QOpMHUPYIOTCS JAPYTUM IYyTEM BO BpeMs
ueitporenesa (Urbach et al., 2003). Ouu oTcaanBarOTCsT OT 3KTOACPMbI KaK OTACIIbHAsS
TpyIIa KJIETOK M BIIOCJIEICTBUH MPHUKPEIUIIOTCS K 00pa3yroIeMycsi MO3Ty, B TO BpeMst
Kak Bce HelpoOmacTel mMosra yxke chopmuposanuck (Green et al., 1993). Bepostho,
UMCHHO II03TOMY MBI OOHAPYXWJIHM JIMIIb HECKOJIBKO KICTOK (TIPEIIOI0KUTEIHLHO
HEWpOOJIaCTOB) B 3a4aTKax ONTUYCCKUX JOJIeH, copepkamux Huskuil Tutp Wolbachia.

Kaptuna pacnpeneneaus WMelPop B mMo3re B3pocCibIX MyX, COIEPKAIIMXCS TIPU
25 °C B menoM cxomHa ¢ kaptuHod, omucanHou miusi [HHC nwumaku. HaumbGonee
WHQUITMPOBAHHBIMHI 00JIACTSAMHU SIBJISSFOTCS IICHTPAJIBHBIA MO3T, BKIIIOYAIOIIMNA BEPXHHMA
npoToLEepeOpyM U aHTEHHAJIBHBIE JIOJH, a TAK)XKE MOJATTIOTOYHBIN FAHTIINN, B TO BpEMS KaK
OOJIBITMHCTBO KJIETOK ONTHYECKUX JIOJICH, TAMUHBI U CETYATKU CBOOOIHBI OT OaKTepHii
(Puc. 54 B). Dt oGmactTu GOpMHUPYIOTCS, COOTBETCTBEHHO, M3 IEHTPAJIHLHOTO MO3ra,
MOJTIIOTOYHOTO TAaHTJIMS M 3a4aTKOB ONTHYECKUX JIOJNICH JHUYUHKA W COXPAHSIOT
JMYUHOYHBIA maTTepH pacnpenenenus Wolbachia. Cnenyer, omHako, OTMETHTH, UYTO
IUIOTHOCTh OaKTepuil B KJIETKaX BbIIIENEPEUUCICHHBIX 00JIacTell MO3ra B3pOCIIOi MyXu
HEMHOro yBennuuBaercs. Bo Bpemst meramopdosza nmuyuHKE BO B3pociyio myxy, BHC
OTJIEINAETCS OT NOATIOTOYHOTO TAHTIIMSA M MO3Ta IMYMHKH;, IPU 3TOM HEKOTOPbIE HEHPOHBI
auauHkd  ymupatroT (Truman, 1990). BepkuBIIME KIE€TKM HAYMHAIOT HMHTEHCHUBHO

00pa3oBBIBaTh AKCOHBI M JEHAPHUTHI, KOHTAKTHPYS MEXAYy CO0OH H pacumpss
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npoctpancTBo Mo3ra. Oxono 95 % HeWpoHOB Mo3ra B3pOCIOM MYyXH HMEIOT
noctaMOpuoHaneHoe npoucxoxkaerue (Urbach et al., 2003). MuaTepecno, uro Becero 100
HeipoomactoB [IHC nuunbky naroT Havano TeicsiuaM AuddepeHIIMpOBaHHbIX HEHPOHOB
IEeHTpaJIbHOTO Mo3ra B3pocioi myxu (Urbach et al., 2003). J{ist Toro uto0s1 00pa3oBaTh
Takoe OOJBIIOe KOJUYECTBO HEHPOHOB, JIOpPCOMENUabHble JMHUU HEHpOoOIacTOB
[EHTPAITBHOTO MO3Ta JMUYNHKH JIENIATCS ACCUMETPUIHO, TIPOU3BOISI CaMOOOHOBIISIOIIYIOCS
KJIETKY W TMPOMEXKYTOUHYIO JIOYEpHIOI KIETKY mpexamectBeHHuy (Bmecto ['MK),
KOTOpasi COXpaHseT MOTEHIMal K CaMOOOHOBJICHHIO W BIOCJIEACTBHHM YBEIUYUBAET
KOJIMYECTBO HEHPOHOB B TPH WMJIM TATh pa3. DTH KIETKH HE COMEp)KaT JACTEPMHHAHT
KJIETOYHOW CcynbObl Prospero u mo3TomMy COXpaHSIOT BO3MOKHOCTh CaMOOOHOBIISITHCS
(Bello et al., 2008). HTeHCHBHBIN HEHpOTreHE3 BO BPpeMs IIOCTIMOPHOHAIBHOTO TIEpHOIa
1 3G(EeKTUBHBIN CITOCO0 mponudepaui HelipoOIacTOB B IEHTPATLHOM MO3Te JIMIHMHOK
IPUBOJISIT, BEPOSATHO, K IIUPOKOMY pacnpocTtpanenuto \Wolbachia B mo3sre B3pocioit myxu.
B neHpaibHOM MO3re B3pOCION MyXU MbI OOHApPYXMBAJIM BCE TPU TPYMIbBI KIETOK,
BBIJICJICHHBIX Ha OCHOBAHUH INIOTHOCTH OAaKTEPHii B IUTOIIa3Me, OJTHAKO BTOPasi U TPEThs
rpynmna BCTpeyalnuch Yalle Bcero, 0co0eHHo K 13-My JIHIO coep:KaHus MPU MOBBIIEHHON
temnepatype. CaBur ot nepBoi u BTopoi rpymnmbl kieTok B [ITHC nuunnku 3-ro Bo3pacta
KO BTOPOM M TPEThEU IpynmnaM KJIETOK MO3ra B3pOCION MYXHU ITPOUCXOIUT, BEPOSITHO, U3-
3a akTHBHOW mponudepanuu OakTepuii B HEHpoHaX M KieTKax riauu. Hamm naHHbIe 10O
OIICHKE TPOIEHTHOTO COOTHOIICHHUSI TEPEYMCICHHBIX TPYNN KIETOK TOATBEPIUIN
CyLIECTBOBaHUE ATOr0O casura. OnTudeckas A0S, JJaMHHA M CETYaTKa COJAEpXKaT JIHUIIb
Heckonbko ckoruteHumin Wolbachia. IMo-Bunnmomy, 3asepkka B CO3pEBaHHH 3a4aTKOB
ONTUYECKHX JIOJICH U UX CIEIUPUIECKU crtocod (hOpMUPOBaHUS BO BpeMsi SMOpHOTEHE3a

00yCITaBIMBAIOT HU3KHW TUTP OakTepuil W HepaBHOMEpHOoe pacrpenenenue WMelPop B
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ONTUYECKHX JIOJISAX, JAMUHE M CETUATKE B3POCIION MyXxu. Bricokas TeMmieparypa ycKopsieT
nposudepannio 6akTepuil B KJIETKaxX KaXJ0il o0JacTh Mo3ra B3pociod Myxu. Takum
00pa3om, CIBUT OT MEPBOM W BTOPOM Tpymm KJIETOK MO IutoTHOCTH Oakrepuii B [[HC
JUYUHKA KO BTOPOH M TPETHhEW rpymIe KIETOK B Mo3re B3pocioi myxu nipu 29 °C odyeHpb
3ameteH (Puc. 54 1).

CoriacHo pe3yabTaTaM, IMOJYYCHHBIM B HACTOSIIEH paboTe, KICTKH IICHTPAILHOTO
Mo3ra W morjotoyHoro ranmms D. melanogaster umerorT cambiii OOJBIIOW THTP
Wolbachia. B neHTpanbHOM MO3re BBIACISAIOT OOJIBIIOE KOJIMYSCTBO IIEHTPOB, KOTOPHIC
OYCHb BKHBI JJIs1 )KU3HEICATCIILHOCTA MYyX: aHTEHHAJIbHBIC J0JIH, KOTOPhIE HEOOXOTUMBI
JUIE  OOOHSHUS, TPUOOBUIHBIC Tea, CIIOCOOCTBYIOIIUE OOYYEHUI0 W TaMSTH, H
ICHTPAIbHBIA KOMIUIEKC, KOTOPBIH KOHTPOJIHMPYET TMOJIET, BH3YAIbHYIO ITaMsTh,
yxaxxuBanue u neane (Hanesch et al., 1989; Zars et al., 2000). [TpucyrcTBre 6akTepuii B
cnenuduueckux obdaactsax mosra Drosophila mo3sonsier npeamnosioxuts, uro Wolbachia
BIUSIOT Ha noBeneHue xo3suHa (Albertson et al., 2009). OnHako, TOHKOE BO3JICHCTBHE Ha
ompeieIEHHbBIC IICHTPBI MO3Ta X03sSWHA BO3MOKHO JIMIIb B CIIy4ae MH(OUIMPOBAHHOCTH
Myx HemartoreHHbiMu mmramMmamMu Wolbachia, takumu xkak WRi, wMel u wMelCS.
[TpucyrcrBue marorenHoro mramma WMelPop B kitetkax mo3ra D. melanogaster moxer
BJIMSITh Ha IMOBEJCHUE XO3SWHA JIMIIb M3-3a OOJBIION MJIOTHOCTH OAaKTEpPHil B KICTKaX
Mo3ra B3pociioii Myxu. Takum o6OpasoMm, aktuBHas mnposmpepamus Wolbachia,
NPUBOASAIIAS K IIHPOKOMY paCHpOCTPAaHCHHIO OaKTepHil MO BCeMy MO3Ty H K
MOCJICIYIOIIEMY Pa3pyLICHUIO €ro KJICTOK HE BBINIAIUT KaK yTOHUYEHHBIA MEXaHU3M

yrpaBJICHUA ITOBECACHUCM XO03sHMHA.
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3akjIouyeHue

W3ydyeHne CTPYKTYpHOW OpraHu3alii SHAOCUMOMOHTOB M OCOOEHHOCTEH HX
B3aMMO/JICHCTBUS C OPraHU3MOM XO035IMHA, TOMEIEHHOTO B CTPECCOBBIE YCIOBHSI, SIBISETCS
OJIHMM M3 TOJXOJO0B B UCCIICJOBAHUM B3aUMOOTHOIIEHUIH MapTHEPOB CUMOMOTHYECKON
accounauuu. KOMIUIEKCHBIH TOAXOJ C HCIOJIB30BAaHUEM MONYJIALHUOHHBIX METOJOB
UCCIEAOBAaHUS B COBOKYINHOCTHM C IPOCBEYMBAIOIICH JJIEKTPOHHOW, a TaKXke
KOH(POKaTbHON MUKPOCKOIUEH MO3BOJIMII MOJPOOHO MCCIAEAOBATh JEUCTBHUE PAa3TMUYHBIX
TeMIepaTypHbIx pe:xkuMoB Ha [ DK 1 BeKMBaeMOCTh X0351MHA, YIBTPACTPYKTYpPY OakTepuit
U UX pacrpejiesicHue B kietkax mosra D. melanogaster. [Toka3aHo, 4To ipy MOBBIIIEHHON
temreparype (29 °C) npoucxoaut ymenbiienne [DK napunmposannsix D. melanogaster,
BEPOSATHO 3a Cu€T mnponudepanuu OakTepui, KOTOpPbIE OKa3bIBAIOT HETaTUBHOE
BO3/IeHiCTBUE Ha X03a1HA. He3apaxEénHas MMHUS MyX MPU aHAJIOTHYHBIX YCIOBUSAX KUBET
JloJibllle. Y CTaHOBIIEHO, YTO NpHU NMOHMWXeHHOU Temreparype IDK yBennuuBaercs, kak y
MH(QULIMPOBAHHBIX, TAK U HEMH(PUIUPOBAHHBIX HACEKOMBIX, YTO, BO3MOXKHO, CBSI3aHO C
3aMEUICHUEM IIPOLIECCOB Ku3HeaesaTenbHocTH Myx npu 16 °C. Ilocme 7-ro nHA
cojepkaHus MyX 1pu 29 °C oTMEUEHO PE3KOe MaJICHHE BBKUBAEMOCTH 0COOCH, TIPH TOM
3apETUCTPUPOBAHO TPUCYTCTBUE OONBIIUX CKOIUICHUH THOHYIIUX OakTepuil 1o
nepudepun mMosra. BrepBble, HA OCHOBaHMM 3JIEKTPOHHO-MHUKPOCKOIMMYECKOTO aHalIn3a
ObUIH BBIJICNICHBI NTepeX0oHbIe (HOPMBI IETrPaIUPYIOMUX OaKTepUuil U pacCMOTPEHBI MyTH
ux rtubenu. Ilpm 13-TH 1NHEBHOM BO3ACHCTBUM TMOBBIIMICHHON TeMIlepaTypsl Ha
uHduuupoBanueix D. melanogaster, nponudeparus O0akTepuil J0CTUraeT MaKCUMyMa,
BbI3bIBa€MbIC UMM Pa3pyIICHUs KIETOK MO3Ta MPUBOAAT K MAaCCOBOM rmOenu Myx aaxe

npu ux nepexoce Ha 16 °C.
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B nmanHol paboTe BrepBbIC BBISBICHBI OCOOCHHOCTH PaCIpEICICHHsI MTATOrEHHOTO
mramma Wolbachia wMelPop B kieTkax Mo3ra Ha pa3HbIX CTAIUSIX KHU3HCHHOTO IMKJIA
D. melanogaster u mpu BO3A€HCTBUU pa3IMYHBIMH TeMmIepaTypamu. Iloka3aHo, 4YTO
KapTHHA JIOKAJIM3alUKd OaKTEePHi COXPAHSACTCS B MO3Te B3POCIBIX MYX U BEPOSTHO
3aKJIaJIbIBACTCS B PaHHEM sMOpuoreHese. MHTEpeCHO, YTO BBICOKAs TeMIlepaTypa He
OKa3bIBajia CYIIECTBEHHOrO BiIHMsHUA Ha mposiudeparuio WMelPop B IITHC nuuuHOK,
OJIHAKO 3HAYUTEJIBPHO YBEIMYMBAJA TUTP OaKTEpHil yXKe Ha MEpPBBIH JCHB IMOCJE BbLJICTA
uMaro, MpHUBOJIS K MOsBIEHHUI0 Oojbinux ckorutenuii Wolbachia mo Bcemy mo3ry, 4o

BBI3bIBAJIO PAa3pyLICHUE €r0 TKaHEH U MPeXIeBPEMEHHYIO THOEb X03sIMHA.

BbIBO/IbI

1. Bakrepuun Wolbachia matorennoro mramma WMelPop mpucyrcTByoT B Tenax
HEHPOHOB nepudepruuIecKuX oTIeI0B Mo3ra B3pocibix D. melanogaster w1118, roe moryr
00pa30BbIBaTh KPYITHBIC CKOIICHUS, & TAK)KE B HEOOJBIINX KOJUYSCTBAX BCTPEUYAIOTCS B

KJIETKaX TJIMH, MEXKIETOYHOM MPOCTPAHCTBE U MO 000JI0YKON MO3Ta.

2.  Ompenenén kputuueckuit mnepuoxn (7-13  nHel) nelcTBHUS — MOBBIINICHHON
TEMIIEPATypbl Ha MYX, IOCJIE€ KOTOPOTO NPOUCXOAUT CTPEMUTEIBHOE HAKOIUIEHUE
OakTepuii B KJIeTKax Mo3ra u noseicHue aerpaaupyronmx Wolbachia. Dtu uamenenus
OKa3bIBalOT CYLIECTBEHHOE CHWXEHUE cpefHed mnpoaomkutTenbHocTH xu3Hu (IDK) u
BeoKHBaeMoctu D. melanogaster naxke mpu temnepatype 16 °C, B TO Bpemst Kak MCHee
JUIUTENbHAsE 00paboTKa IMOBBIIMICEHHON TeMIlepaTypoil C MOCIEAYIOIIMM MEPEHOCOM Ha

16 °C BoccranaBnuBaet [DK myx.
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3. BmepBple omucaHbl MOCIEAOBATENbHBIE CTAAUM JErpajalnd, KakK OJMHOYHBIX
Oakrepuit Wolbachia mramma wMelPop, Tak w ux rpynm B KIETKax Mo3ra
D. melanogaster. TIpemioxena cxema 3TOTo MpoIecca, BKIIOYAIOIIAs pa3invHble MyTH
rudenu OGakTepHid, MPOJIEMOHCTPUPOBAHHBIE CIIEHU(DUUECKUMHU MEPEXOJHBIMU (pOpMaMu

Wolbachia B nuromnasme HEpBHBIX KICTOK.

4. Bmepssle mpoaemoHcTpupoBano pacmpeaencuue Wolbachia mramma wMelPop B
tkanu Mo3ra D. melanogaster Ha pasHbIx cTaausX ;KU3HEHHOTO IIMKJIa X03suHa. [TokasaHo,
YTO MOBBIIICHHAS TEMIIEPATypa HE OKAa3bIBACT CYIIECTBEHHOTO BIMSHUS HA THTP OaKTepuii
B IIEHTPAJIBHOM HEPBHOM CHCTEME JIMUUHKH MYX, OJJHAKO, 3HAUYUTEILHO YBEIUIUBACT €T0,

Ha4dYuHas CO CTagun HO3I[H€ﬁ KYKOJIKH.

5. Crernuduueckuii xapakrep jokaau3auu oaktepuii Wolbachia B pasueix otaenax
MO3ra COXPaHSETCS Y B3pPOCIBIX MyX [0 CPaBHCHHIO C JHYHHKAMH H, OYEBHIHO,
3aKJIaJIbIBACTCSI B PAaHHEM 53MOpHOTeHe3e NyTEM HEPaBHOMEPHOIO pacIpe/esICHUs

AHA0CUMOMOHTA NTpHU popMupoBaHuU nepBUYHBIX HeilpoHoB [IHC xo3suHa.
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NNPUJIIOKEHUE

1128 3184 FIS 618 7 M 819

Puc. 7. T'enb amekrpodopes, NEeMOHCTPUPYIONIMK HAIWYWE ITOCICIOBATEILHOCTH TEHA
noBepxHocTHOTO Oenka WSP (1 — mapképuas JIHK; 2 — 5 — HennunmpoBanHas JuHus; 6

— 9 — uHGUIMPOBaHHAS JTUHHS).
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1 TCCAATAAGTGATGAAGAAACTAGCTACTACGTTCGTTTGCAATACAACGGTGAATTTTT 60

Frrrrrrrrrrrerrrerrrerrrerrrerrre ettt et
84 TCCAATAAGTGATGAAGAAACTAGCTACTACGTTCGTTTGCAATACAACGGTGAATTTTT 143

61 ACCTCTTTTCACAAAAGTTGATGGTATTACCTATAAGAAAGACAAGAGTGATTACAGTCC 120

Frrrrrrrerrrerrrerrrerrrerrrerrr ettt ettt
144 ACCTCTTTTCACAAAAGTTGATGGTATTACCTATAAGAAAGACAAGAGTGATTACAGTCC 203

121 ATTAAAACCATCTTTTATAGCTGGTGGTGGTGCATTTGGTTACAAAATGGACGACATCAG 180

Frrrrrrrrrrrrrrrrrrrrr e e et e e et e e e e
204 ATTAAAACCATCTTTTATAGCTGGTGGTGGTGCATTTGGTTACAAAATGGACGACATCAG 263

181 GGTTGATGTTGAAGGAGTTTATTCATACCTAAACAAAAATGATGTTAAAGATGTAACATT 240

Frrrrrrrrrrrrrrrrrrrrr e e et e e et e e e e
264 GGTTGATGITGAAGGAGITTATTCATACCTAAACAAAAATGATGTTAAAGATGTAACATT 323

241 TGACCCAGCAAATACTATTGCAGACAGTGTAACAGCAATTTCAGGATTAGTGAACGTGTA 300

Frrrrrrrerrrerrrerrrerrrerrrerrr ettt ettt
324 TGACCCAGCAAATACTATTGCAGACAGTGTAACAGCAATTTCAGGATTAGTGAACGTGTA 383

301 TTACGATATAGCAATTGAAGATATGCCTATCACTCCATACATTGGTGTTGGTGTTGGTGC 360

FErrrrrrrrrrerrrerrrerrrerrr et ettt ettt
384 TTACGATATAGCAATTGAAGATATGCCTATCACTCCATACATTGGTGTTGGTGTTGGTGC 443

361 AGCGTATATTAGCACTCCTTTGGAACCCGCTGTGAATGATCAAAAAAGTAAATTTGGTTT 420

FErrrrrrrrrrerrrerrrerrrerrr ettt ettt et
444 AGCGTATATTAGCACTCCTTTGGAACCCGCTGTGAATGATCAAAAAAGTAAATTTGGTTT 503

421 TGCTGGTCAAGTAAAAGCTGGTGTTAGTTATGATGTAACTCCAGAAGTCAAACTTTATGC 480

Frrrrrrrrrrrrrrrrrrrrr e e ettt e e et e et e et
504 TGCTGGTCAAGTAAAAGCTGGTGITAGTTATGATGTAACTCCAGAAGTCAAACTTTATGC 563

481 TGGAGCTCGTTATTTCGGTTCTTATGGTGCTAATTTTGATGGAAAAAAAACAGATCCTAA 540
Frrrrrrrrrrrrrrrrrrrrr e e ettt e e et e et e et

564 TGGAGCTCGTTATTTCGGTTCTTATGGTGCTAATTTTGATGGAAAAAAAACAGATCCTAA 623
541 AAATTCAACCGGACAGGCTGCTGATGCAGGCGCATACAAAGTTCTTTACAGCACTGTTGG 600
FErrrrrrrrrrerrrerrrerrrerrr ettt ettt ettt
624 AAATTCAACCGGACAGGCTGCTGATGCAGGCGCATACAAAGTTCTTTACAGCACTGTTGG 683

601 TGCAGAAGCTGGAGTAGCGTTTAATTT 627

FEErrrrrrrrrrrrrrrrrrrrrn
684 TGCAGAAGCTGGAGTAGCGTTTAATTT 710

Puc. 8. HykneotuaHas nociaenoBaTeabHOCTh OaKTEpHATIbHOTO TeHa WS, MOJIy4eHHAs! IPU
ITIP JHK, Beimenennoiri u3 D. melanogaster w1118, umeer 100% romMonoruio c
HYKJICOTHUTHOU TMOCIIEI0BATEIILHOCTRIO (hparmeHTa reHa WSP Wolbachia u3 6a3br qanHbIX

NCBI (http://www.ncbi.nlm.nih.gov).



139

Tabnmuna 3. CpemHsis MPOJOIDKUTEIBHOCTh KU3HA CaMOK W CaMIIOB MH(HUIIUPOBAHHON

w1118 u meunbunuposanroin W1118T Gaxrepusmu Wolbachia nuuuii D. melanogaster

HOCTOSIHHO copepskaruxcs mpu 25 °C, 29 °C u 16 °C.

25%

29°C

16°C

JInuus ITon 25 °C 29 °C 16 °C
Q 50,6 £2,0 26,8 +1,3 132,3+2,6
wl1118T
3 52+1,6 245+ 1,1 112+3,2
Q 32,6 £2,6 12,5+0,9 103,8 £ 5,6
w1118
3 348+2,5 13,2+0,6 83,3 +£5,7
auo CaMKu e camupl
Juo B120
100 100
< 80 < 80
T W HenHd I W HenHd
< 60 mund < 60 munb

; L r

25%

29%

16°C

Puc. 9. I'paduxu cpenHeil MpOAOIKUTENBHOCTH >KU3HM caMOK (a) u camuoB (0)

unduuuposannoir Wolbachia u nennpunmposannoii smamii D. melanogaster (w1118 u

W1118T, cOOTBETCTBEHHO) MPH MTOCTOSIHHOM cojep:kanuu Myx mpu 25 °C, 29 °C u 16 °C.

[loBbiieHHass Temneparypa cHuxkaer cpeaHroro IDK camok m cammoB ~ B 2 pasa, a

MOHW)KEHHAs TeMIlepaTypa yBelInuuBaeT € B 2,5 pasa.



R e e r— -
= = Ty e 29°C, urdp
z o 3 “C
0,6 \ - —
= k . I-\\ 1 ﬁ\-\ gy 29°C, HenHd
S o4 \ o~ - 25°C, nHd
X \ \ k\-\ \ _\-\_\ - = 25°C, HenHd
2 02 \ L
. 2 \ \ \ L \\_‘ % ——16°C, uHd
5 0 T T T T \1 T T T T s e T T T T T T ) T T A - - 16°C, HeuHd
S 1 8 15 22 29 36 43 50 57 64 71 78 85 92 99 106 113 120 127 134 141 148 155 162
AHU
6 g \‘-_\—\.*u ==l - - - camupl
— -~ -
; 0,8 \‘ BN o 7 — \\ﬂ = 0
2 \ % \_\ | ‘\1\1 Ny 29°C, Hd
x -
S 06 \ ! 23 - = 29°C, HeuHd
g \ \ -\\— _| \\\ \\ o
s 04 \ § . 25°C, uHop
ES \ \ \\ - 1 “a = = 25°C, HeuHd
2 02 \ 1 =
o U \ \ ——16°C, und
x \ L. =
8 0 T T T T T T T T T T T T T T T T T T B T T - 16°C, HeuHd
= 1 8 15 22 29 36 43 50 57 64 71 78 85 92 99 106 113 120 127 134 141 148 155 162
OHU
Puc. 10. BepkuBaemocth camMok (a) u camuoB (0) He MHQUIMPOBAHHON U

urdunupoannoi Wolbachia muauii Mmyx, cogeprkamuxcs noctossHao mpu 25 °C, 29 °C u
16 °C. CHwxkeHHE BBDKHBACMOCTH KaK WH()HUIIMPOBAHHBIX, TAaK M HEHH(PHUIIMPOBAHHBIX

caMIIOB ooiece BBIPAKCHO IO CPaBHCHUIO C CaAMKaMM.
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Tabnmuna 4. 3nauenus cpemneir mpomonkutenbHOcTH Xm3HU (IDK) camok m camiion
uHurpoBanHoit W1118 u neunduruposannoit Wll18T 6akrepusmu Wolbachia aunamii

D. melanogaster mpu 16 °C (xoutposs) u mpu 16 °C mocie mpeaBapUTeIbHOIO

conepsxkanus mpu 29 °C B teuenue 3, 7 u 13 nueii.

w1118T w1118
? d g d
JUTH CPCOAHAA CPCOHAA CPCOHAA CpCaHsAA
cosepRanIil DK DK DK DK
ipu 29 °C
0 132,3 2,6 112432 103,856 | 833+57
3 114,9+ 4,2 101 + 4,9 96,7+ 5,3 71,6 +3,3
7 123,8 +4,9 98,3+ 3,7 72,1 + 4,5 62,4+3,9
13 77,0+ 7,7 752+ 5,6 28,1 +4,0 132+1,1

a 140
CaMKu

120

100 -

80 -

AHK

M HeuHd

60 - | 70T0)

40 -

20 +

16°C, KOHTpONb 3 aHanpu 29°C-->16°C 7 gHeit npn29°C -->16°C 13 gHeit npu 29°C--> 16°C

140
6 camubl

120

100

80

M HeuHd
W vHd

OHU

60 -

40 -

20

3 aHANpu 29°C-->16°C 7 aHeit npn29°C > 16°C 13 gHeit npm 29°C--> 16°C

16°C, KOHTPONb

Puc. 11. Cpennsisi poI0SKUTEIBHOCTD KU3HU CaMOK (a) u caMiioB (0) HHGUIIUPOBAHHON
Wolbachia u wneundummposannoir mmauit D. melanogaster (w1118 un w1118T,
COOTBETCTBEHHO), coaepkamuxcs mpu 29 °C B Teuenue 3, 7 u 13 qHel ¥ BNOCIEACTBUU
nepeHecéHubix Ha 16 °C. B nepuog ¢ 7-ro no 13-i1 1eHb NpOUCXOAUT 3aMETHOE MaicHUE

cpenneit [DK napUIMpOBaHHBIX MyX.
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Puc. 12. BepkuBaemMocth camMok (a) u camioB (0) He UHPUIMPOBAHHON U
unduupoannoir Wolbachia mmauit mMyx, comgepxkapmmxcst pu 16 °C mOCTOSHHO, a
TaKKe rmocyie o0padoTKU MOBbIIEHHON TeMiiepaTypoii 29 °C B teuenue 3, 7 u 13 queit u
nocieayromeM nepenoce Ha 16 °C. B mepuos ¢ 7-ro 1o 13-b1ii A6Hh TPOUCXOTUT 3aMETHOE
CHW)KCHHE BBDKMBAEMOCTH WHOUIMPOBAHHBIX MYX, IMPOSIBIISIIOIICECS CYIIECTBEHHEE Y

CaMIIOB.



bukcanus
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Puc. 13. YnpTpacTpykTypa TKaHH MO3Ta MpHU pasHbIX THMAaX (pukcanuu. a —

riyrapoBoro anpaeruaa (GA) u 1 % dopmansaeruna (FA) va 0,1 M

00pa3ioB cMechio 1 %

Na

FAna0,1M

5%GA+25%
2,5 % GA na 0

2

% Os0q4; 6 -
% OsOq;
0s0q

noctdukcanus |

KakoJuiIaTHOM Oydepe,

,1 M Na-

B_

noctduxcanus |

b

Ooydepe
Oydepe

KaKOIWJIATHOM
Macmra0o: 1 MKM.

Na

W BapuaHT (uKcanum).

(mygmm

noctpukcamusa 1 %

b

KaKOJMJIATHOM
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Puc. 14. Opranm3anus mo3ra D. melanogaster u pacroyioskeHre HEPBHBIX KIIETOK. a —
cxemarndeckoe m3zoOpaxkeHue otaenoB mo3ra D. melanogaster; 6 — momepeunslit cpes
MO3Ta MyXH B CBETOBOM MUKPOCKOTIE (OKpacka METUJICHOBBIM CHHHM); B, T — 3JIEKTPOHHO-
MUKpOcKonrdeckue ¢oTtorpaduu nepudepudeckux GparMeHTOB ONTUYECKON 107U (B) U
[EHTPAILHOTO OTJeNna (T) Mo3ra. oM — 000JI0YKa MO3ra, TH — TEJIO HeHpOHa, MyHKTUPOM
0003HavYeHa 00JaCTh CIUIETEHUS] OTPOCTKOB HEPBHBIX KIETOK (aKCOHOB W JCHAPUTOB).

Macurrad: 50 MKMm.
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Cunancy
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Puc. 15. CtpykrypHas opranusaius kietok mosra D. melanogaster. HeipoHsr.

a - cxemaruueckoe nzobpaxenue Helpona (beikos, 2002). 6 — cpe3 Tena HelipoHa B
LEHTpaJIbHOM oTaeie. CTpelkaMyu OTMEUYEHbl HEMPOCEKPETOPHBIE IPAHYJIb; B — Cpe3 TeJla
HeiipoHa Ha mepudepun onTudeckoi nonu. CTpenkamMu OTMEUEHBI MEMOpaHbI TIaIKOTO
AHJOIIA3MATUYECKOTO PETUKYJIyMa. s — SApo, AK — snapeimko, T'OIP — rmaakwii

9H/IOTUIA3MATUYECKHI PETUKYITYM, HI — HEHpOoCeKpeTopHbIe TpaHyiabl. MacmTal: 1 MKM.



Puc. 16. Xapakrepuctuka kinetok mo3ra D. melanogaster. Heiiponsr.

a - cpe3 HelpoHa Ha ypOBHE Iepexojia ero Tejaa B aKCOH. BUIIHBI KpyNHbIE CKOIUICHHS
mepoxoBaroro OIIP u ammapara ['ombmku; 6 — ¢parMeHT Tela HEHpOHA C XOPOIIO
Pa3BUTHIM anmnapatoM ['oibIKu; B — MUEJIMHOBAs 000JI0YKa, paclojaramascs BOKpYT
Tena HEHPOHaA; T, 1 — TUIIUYHBIE MUTOXOHAPHUHU C XOPOLIO PA3IMUYUMBIMU KPUCTAMU. 5T —
SA7IpO, MO — MHEJIMHOBas o0osiouka, TP — mepoxosateiit 1P, HT — HelpocekpeTOpHBIE

TpaHyfibl, ar — anmnapat ['oibaky, K - sapeiinko. MacmTa6:0,5 Mkm.
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Puc. 17. CtpykrypHas opranusaius kietok mosra D. melanogaster. Knerku rovm.

a - CXeMaTu4ecKoe N300paKeHNe KIETOK TTUU. O — cpe3 KIIETKH TJIUU B OKPY>KEHUU TISATH
HEHPOHOB. B — KPYITHAasE MUTOXOHIPHS (M) B Y3KOW IMTOIIa3Me KICTKH TJIMH, T — Cpe3
anpa KIETKH TJUW C MHOTOYHCICHHBIMH TJIBIOKAMH KOMIIAKTHOTO XpOMaTHHA
(0003HaueHbl OenbIMH 3BE30YKAMHU); 1 — BHJ BHPYCHBIX YAaCTHUI[ TOJ OOJBIINM
YBEIIMYEHUEM; € — KOHTAKT KJIECTKH IJIMK ¢ aKCOHOM HelpoHa (Oenast cTpernka). s — Aapo,

SIK — SIPBIIIKO, M — MUTOXOHJPHUS, BY — BUPYCHBIE YacTHIIBI. MacimTad: 1 MKM.
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Puc. 18. CtpykrypHas oranu3arus kietok mosra D. melanogaster. Heiipornuiib.

(V)

MONEPEYHBIN CpPe3 yJacTKa HEHPOIUIIH.

- CXeMaTu4ecKoe n300pakeHne Helponmim. 6 —

a

Macmra0: 2 MKM.

MHUTOXOHOPHA.

M_

9

, OM — 000JIOYKa MO3ra

— TeJla HEUPOHOB

TH



Puc. 19. Mopodonorus 6akrepuii Wolbachia B xierkax mosra D. melanogaster. a, 6 —
KokkounHas (a) u manoukoBuaHas (0) dopmbl OakTepuii, Oenoi CTpEenKoi OTMedeHa
TpEXclioliHasg 000J0YKa; B — OaKTepuu CO CBETJIBIM M TEMHBIM MaTpukcom. benoii
CTpenKoi 0003HAUYEH TECHBIH KOHTAKT HApYXHBIX MEMOpaH 3SHIOCUMOHMOHTOB; I —
nensascs 0akTepusi, KOHTakTUpYyrotas ¢ rinagkum DIIP (ormedeHo Gemnoit 3BE310UKOI).

Macmra6: 0,5 MKM.



Puc. 20. Pasmmunas miotHocth Wolbachia B kmerkax mosra D. melanogaster u
MEXKJIETOYHOM TIPOCTPAHCTBE. a — Cpe3 Tella HeHpoHa C OJWHOYHOW OakTepuei B
[UTOIUIa3Me; O — cpe3 Tena HelpoHa, cojepkamuii 11 GakTepuii B UTOIIa3Me; B — Cpe3
HECKOJIBKUX HEWPOHOB, ITUTOIIa3Ma KOTOPBIX 3alOJIHEHA TECHO pPacCOJ0KEHHBIMU
OakTepusMH (CKOIUIEHHE OakTepuil 0003HAYEHO MYyHKTHPOM); T — OaKTEpUU B KIIETKAX
n; 1 — OaKTepUU B MEXKKJIETOYHOM MPOCTPAHCTBE. bakTepun 0TMEUeHbI 3BE310UKAMHU.

Macmra6: 1 MEMm.



Puc. 21. YapTpacTpykTypa KIETOK MO3ra U pachupeiefieHne 0akTepuil B HEHPOHaxX U TJIUU
IpU COAICpKAaHUU MYX B TeueHue 3 Hel nmpu noBblieHHoN Temnepatype (29 °C).

a — cpe3 4epe3 TeJo HelpoHa He 3apaxEHHON OakTepusiMu Myxu; O — cpe3 uepe3 KIEeTKY
MM HE 3apaXEHHOW OakTepusiMU MyXH; B — Cpe3 Tella HEHpoHa C IUTOILIa3MOM,
3aM0JIHEHHON OaKTepusMU; T — Cpe3 KJIETKU TJIMU ¢ OaKTEpHUsIMH B LIMTOIIA3ME. 51 — AIpO.

Macmrad: 1 Mxwm.



Puc. 22. YapTpacTpykTypa KJIETOK MO3ra U pachupeiefieHne 0akTepuil B HEHPOHax U TJIUU
IpH cojiep’KaHuu MyX B Teuenue 7 (B, T) u 13 (x, e) aueit mpu 29 °C. a — cpe3 uepe3 Tesno
HelpoHa He 3apaXEHHOU OaKkTepUs MU MyXH; O — cpe3 uepe3 KIETKY IJIMU He 3apakEHHOU
OaKTepUsiIMH MYXH; B — CpE3 4epe3 KPYIMHOE CKOIUIeHHWEe OaKTepuid, OKpYKarollee TeJIo
HelipoHa Ha 7 jeHb BosaeicTBus 29 °C; r — GakTepuu ¢ pa3HOM IUIOTHOCTHIO MaTPHKCA B
UTOIJIa3ME HEWpoHa; 3JIEKTPOHHO-IUIOTHAs MaJOYKOBUIHAS CTPYKTypa (OoTMeueHa
3BE3/IOYKOM); 1T - cpe3 Yepe3 KPYMHOe CKOIUICHHE OaKTepHid, Cpelu Tell HelpoHOB Ha 13
nenb BozaeicTBust 29 °C; e — 00JIbIIOe CKOTUIEHHE DIIEKTPOHHO-TUIOTHBIX MAT0YKOBUIHBIX
CTPYKTYP B MEXKJIETOYHOM IMPOCTPAHCTBE. 1 — SJIpO, TH — Teja HelpoHoB. Macrab:

1 MrMm.



Puc. 23. YupTpacTpykTypa KIETOK MO3Ta W pacmlpeiesieHHe OakTepuii B HEHpOHaxX U
KJIETKaX IJIMY NIPH TOCTOSIHHOM coJiep>kaHuu MyX nipu 16 °C. a, 6 — Tesio HelipoHa 1 KJIeTKa
TJINK, COOTBETCTBEHHO, HE 3apaXEHHOW OaKTepUSIMU MYyXH; B - Il — pachpeaciicHhe
OakTepwuii B Tesie HelipoHa (B, T) M KJIETKe ITHH (11); Ha T 0akTepust 0003HaUYeHa 3BE30UKOM.

s — SIIIPO, SIK — SAPBIIIKO, HI — HepoceKpeTopHbIe TpaHyisl. MacmTal — 1 MKM.



Puc. 24. VnprpacTpykTypa KJIETOK MO3ra M pacmpezeneHue OakTepuil B HeHpoHax U
KJIeTKaxX TJIMH TIOCe TpeaBapuTenbHOi 00paboTku myx 29 °C B TedyeHue 3 mHEH u
nocyenyroiieM nepenoce Ha 16 °C. a, 6 — Teno HelipoHa U KJIeTKa TJIMH, COOTBETCTBEHHO,
HE 3apaKEHHON OakTepusMU MyXH; B, T' — pacnpejaeieHre OakTepuil B Tejae HelpoHa u

KJIETKE TJIMU, COOTBETCTBEHHO; 5 — AP0, SIK — siApbIKOo. Macmrab — 1 Mxm.
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Puc. 25. YapTpacTpykTypa KJIETOK MO3ra M pacnpejesieHue OakTepuil B HEHpoHax M
KJIeTKax IJIMM T0cje MpeaBapuTelnbHON o0paboTku myx 29 °C B TedeHue 7 nHEH U
nocienyroiieM neperoce Ha 16 °C. a, 6 — Teno HelpoHa U KJIeTKa TJINU, COOTBETCTBEHHO,
HE 3apaKEHHON OakTepusMU MyXH; B, T — paclpeaeieHre OakTepuil B Tejae HelpoHa U
KJIETKE TJIMM, COOTBETCTBEHHO, BMJHBI PACIIMPEHHBIE MEXKKJIETOYHBIEC IIOJOCTH; I —
CKOIUIEHHE OaKkTepuil, coaepxalux OO0JbIIOe KOJWYECTBO 3JIEKTPOHHO-TUIOTHBIX
CTPYKTYp; € — yBEIHYCHHOE U300paKEHNE IEKTPOHHO-TUIOTHBIX CTPYKTYD (). 1 — sizpo,

SK — SAPBIIIKO, HT — HEHpPOCeKpeTOpHbIe rpanysbl. MacmTad — 1 MKM.



Puc. 26. YnprpacTpyKTypa KJIETOK MO3ra M pachpejereHue Oaktepuil B HEHpoHAX U
KJIETKax TJIMK TOCJe TpenBapuTeibHOW 00pabdotkun 29 °C B Teuyenwe 13 gHEel u
nocienyromieM nepenoce Ha 16 °C. a, 6 — Teno HelpoHa U KJIeTKa TJINU, COOTBETCTBEHHO,
HE 3apaxEHHOW OakTepusMu Myxu; OeidbiMH 3BE30YKAMU O0OO3HAYEHBI TIIBIOKU
KOMIIAKTHOTO XpOMaTHHA; B — paclpejelieHue OakTepuil B Tele HeWpoHa; OaKkTepuu
0003Ha4YeHBI 3BE3OYKAMHU; T, J — KPYIHBIC CKOIUICHHUS OaKTepuil B BHUJE DJIEKTPOHHO-
IJIOTHBIX CTPYKTYP MOJ 000J0YKOM Mo3ra Myx. BUIHBI pa3pyliaroiimecs, cO CBETION
[IUTOTIA3MOM, HEUPOHBI (T). 5 — SAIIPO, K — SAJPBIIIKO, OM — 000I04YKa Mo3ra.  Macmirad

— 1 MEM.



Puc. 27. Mopdonoruueckue tunsr Wolbachia ¢ mapymeHusMu THIUYHOTO CTpOCHUS,
HaOroZaeMble B KJIETKAaX MO3ra MpHU pasIM4yHBIX TeMmieparypax. a, 0 — OakTepuu c
pacIIMpEeHHBIM BaKyOJICTIOJOOHBIM TPOCTPAHCTBOM MEXIY KIECTOYHOH CTEHKOH W
HApY)KHOM IJa3MaTHYeCKOM MeMOpaHOW (CTpenka YyKa3blBaeT Ha Iy3bIPpbKH); B —
BE3UKyJALUS MeMOpaH Oaktepuu (cTpeinka); T — OakTepuss ¢ TEMHBIM MaTPUKCOM,
OKpY>KEHHasi HECKOJIbKUMHU MeMOpaHaMHu; JT — aHOMAJIbHO KPYIMHAast 0aKTEepHs CO CBETIIBIM
MATPUKCOM; € — OakTepusi aTUNUYHON (HOpMBI, JIekamas moj oOmeld MeMOpaHou ¢
Jensieics: 6akTepueit; K — KOHTaKTUPYIOIIHUe OaKTepHUH, OKPYKEHHBIE 00IIIeH Hapy KHOM

MeMOpaHO#; 3 — GaKTepus ¢ BRIMAYMBAHUEM KJIETOYHON o0omouku. Macmrab: 0,5 MKM.
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Puc. 28. lerpanupyromme dopmer O6akrepuit Wolbachia, nadmogaemsie B nuromiasme
KJIETOK W BHEKJIETOYHOM IPOCTPAHCTBE MO3ra MyX IPH Pa3IUYHBIX TEMIIEPATypHBIX
pexumax. a — 00pa3oBaHNE MHOTOUMCICHHBIX MEMOPAH BOKPYT OakTepuH; 0, B — OaKkTepuu
C TOMOTEHHBIM MaTPUKCOM U HAPYIICHUEM IEJIOCTHOCTH 000JIOUEK; T — OaKTepHs BHYTPH
KPYIHOH BaKkyollM; J — TMAJOYKOBUIHBIC OJIIEKTPOHHO-IUIOTHBIE CTPYKTYpBI, € —
dbopMHUpOBaHUE OJUHOYHBIX DJEKTPOHHO-TUIOTHBIX CTPYKTYp BOJU3HM OakTepuid; XK —
NaJIOYKOBHJHOE YIUIOTHEHHWE MaTpHKca B LeHTpe Oakrepuu; 3 — Oakrepwus,
KOHTAaKTHPYIOIas ¢ MIOTHBIM TeablieM; U — Wolbachia ¢ paspexkeHHbBIM MaTpUKCOM; K —
OakTepusi, OKpyKEHHAs TUIOTHONH 00O0JIOUKOM; J1 — OaKTepusi, cofeprKaiasi JMEeKTPOHHO-

MJIOTHBIE CKOILJICHUSI B Pa3HbIX y4acTkax MaTtpukca. Macmrab: 0,5 MKkM.



Puc. 29. Ilpennonaraemeie mepexoanbie (GOpMbI OAKTEpHIl B MpoIECCe MPEeBpaIICHUS
OJIMHOYHBIX OAKTEpHUil B 3JIEKTPOHHO-TUIOTHBIE MAJTOYKOBHUIHBIE CTPYKTYPHI (a - €), 1100
rpynmn OakTepuil B KpyMHbIe 00pa3oBaHHsS C TOMOTEHHBIM MaTpUKcOM (XK - ). a —
OJIMHOYHOE YIJIOTHEHHE B MAaTpuKce OakTepuu; 0 — MHOYKECTBEHHbIE 3JIEKTPOHHO-
IUIOTHBIE YYacTKU B MaTpUKce OaKTepuil; B — YIUIOTHEHUE ydacTKa MAaTpPHKCa B MECTe
Cy)KeHus Oakrepuu; T — oOpa3oBaHUE NAJTOYKOBUIHOW CTPYKTYpPHI, 1 — YIUIOTHEHHE
MaTpuKca Mo BceMy o0BbEMY Oakrepuu; € — (OpMUPOBAHUE BAKyOJIH BOKPYT TUIOTHOU
CTPYKTYpPHI U €€ pa3pyIllIeHUe; X — Tpymna OakTepuid, Jexarias mo1 oo1e MeMmOopaHoii; 3
— gerpajanus OakTepwil MyTéM WX JIM3KCA; U — (POPMHPOBAHME SIEKTPOHHO-TIFIOTHOM

CTpYKTyphl. Macmita6: 0,5 MKM.
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Tabmuma 5. XapakTepucTuka pacnpenesieHus OakTepuil B KIIETKaX M BHEKJIETOUYHOM

npoctpanTBe Mo3ra D. melanogaster npu pa3iuyHbIX TEMIIEPATYPHBIX PeXKUMAaX.

CKOTIJICHUS KpYITHBIE
Temnepatyp . | TOJIHOCTBIO | OaKTEpHH MO
OakTepuit . YY9aCTKH
HbIEe 3aMO0JIHEHH 000J109KOM
B KJIETKaxX THOHYTIHE MO3ra,
PeKMMBI ble MO3ra BO
Ha KIIETKA 3aIoTHCHH
colep:KaHus OakTepusiM | BHEKJICTOYHOM
nepudepu o ble
MYyX ¥ HEHPOHBI | TPOCTPAHCTBE
Y MO3ra OaKTEpUIMHU
25 °C + + + 0 0
16 °C -
6 °C v30 + 4 N 0 0
JTHEeH
29 °C — 3 mus + + + 0 +
29°C-3
HS,
MEePeHOC Ha ++ ++ ++ 0 +
30 nHeit mpu
16 °C
o
29°C . ! ++ ++ + 0 ++
TTHEH
29°C-7
JIHEH,
MepeHoC Ha ++ ++ ++ 0 ++
30 guelt mpu
16 °C
29 °C-13
. +++ +++ +++ + ++++
THEN
29°C-13
JTHEH,
IIEPEHOC Ha +++ +++ +++ + ++++
30 nueit mpu
16 °C

KonuuecTBo KJIeTOK MO3ra ¢ pa3HOM IUIOTHOCTbIO OaKTEepUi, YMCIIO THOHYIIMX KJIETOK

MO3Ta, a TAK)KEe CTENEeHb BbIX0Aa OakTepuil u3 KieTok npu 25 °C ObUI yCIOBHO NPUHSTHI

3a HOpMY U 0003HAYaAJIUCh OJIHUM KPECTOM.




Tabnuma 6. [IpucyrcTBre gensmmxcst 6akTepuii, OakTepuit Ha pa3HBIX CTAIMIX

Jerpaialliy ¥ pa3pylIeHHbIX OaKTEPHii B KJIETKAX MO3Ta P PA3IMYHbIX TEMIIEPaTypPHBIX

pexuMax.

Temmneparyp
HbIe
peKUMBI
CoepKAHUS
MYX

JEISTIHECS
OakTepuun

OakTepun
o1 OOIIEH
BHEIIIHEH
MeMOpaHoi

3JIEKTPOHHO-
IUTOTHBIE

MaJIOYKOBUTHBIC
OakTepuu

OakTepuu ¢
paspexeHH
BIM
MaTPUKCOM

paspyuieH
HBIE
OakTepun

25°C

0

+

+

16 °C-30
THEeN

++

29°C-3

TTHS

++

++

29°C-3
HS,
MepeHoc Ha
30 nHeit pu
16 °C

++

++

++

29°C-7
THEN

++

++

++

29°C -7
JTHEMH,
MepEeHoC Ha
30 nHeut nmpu
16 °C

++

++

++

29°C—-13

HEN

++++

++

29°C-13
JIHEH,
MepeHoC Ha
30 nHeut mpu
16 °C

++++

++

YacroTa BCTpEYaeMOCTH pa3HbIX (OpPM Jerpagupyrolux WM THOHYHIMX OakTepuil B

KjeTkax mosra npu 25 °C Obliu YCIOBHO HPUHATHI 32 HOPMY M 0003HAYaIUCh OJHUM

KPECTOM.
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Puc. 30. ®nyopecnentHas ruOpuausanms in Situ mosra B3pocneix D. melanogaster,
unpurmpoBanabix Wolbachia wu cogepxkamuxcs npu 25 °C, ¢ UCHOJIb30BaHHEM
yHUBepcanbHOU OakTepuanbHoil mpoOost EUB338 (3enéuwiif). (a) d¢uyopeciienTHas
ruOpuam3anus  in - Situ mosra  wuHbuuumposannoir \Wolbachia wmyxu. (0) wosr
HEHMH(HUIIMPOBAHHOW MyXH. (C) uryopeciieHTHas ruopuan3ays in Situ uHGUIMpoBaHHON
Wolbachia myxu 0e3 moGamnenust mpoost EUB338. JleBas koyoHka: 00beAMHEHHOE
n300pakeHue B MpoxojsiieM cBere u ¢uryopectienTHoro kanamna (EUB338, 3enéubrii);
npaBas KOJOHKA: OMTHYECKUH Cpe3, JeMOHCTPUPYIOIIMHA YY9aCcTOK ONTHYECKOH JONIU C
JIeBOW KOJOHKHU (KBaJapaT MyHKTUPOM) Ha OONBIIOM yBEIHMUEHUH; Aapa okpamiensl DAPI

(cunwmit).
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Puc. 31. ®nyopecnientnas rubpuausamnms in Situ mosra B3pocieix D. melanogaster,
unduupoanubix Wolbachia u cogepxaruxcs ipu 25 °C, ¢ HCIONIBb30BaHHEM IBYX TPOO.
(a) menblii Mo3r Myxu. (0) onTuueckas gois (o), 1amuHa (1) u cetyaTka (c). (B) 00gacTh
HOJIOTOYHOTO ranmms. Bepxusas nanens: Wolbachia-cnennguunas mpoda W2 (W2,
3en€Hblil) U YHUBEpcanbHas OakTepuanbHas npobda EUB338 (EUB, kpacusrit). Huxuss
nanens: (a) mpoxonsamuii cBeT (BF) u nHamoxenue Bcex kaHanoB (0OBeIUHEHHBIE
onTtudeckue cpesnl); (0, B) okpamenHeie DAPI sapa (DAPI, cunmii) m HamoxeHue

(bIyOpeCIeHTHBIX KaHAJIOB.
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Puc. 32. Pasnuuaromuecss mo ImaoTHOCTH OakTepuil kietku mosra D. melanogaster,
conepskamuxcs npu 25 °C (a, B, 1, %, u, 1) uiau 29 °C. (0, 1, ¢, 3, K, M, H) B KOHPOKaJIbHOM
(a — M) ¥ 2IEKTPOHHOM MHKpOCKOIEe (0 — p). 6 — e, 0 — KJIIETKU MO3Ta, cojepxariue 1-10
OakTepuit Ha cpe3 KIETKH; 1T — 3, IT — KIIETKU Mo3ra, cojaeprxkamiue 10-200 6akrepuii Ha cpe3
KJIETKH; U — H, p — HECKOJIbKO KJIETOK MO3Ta, 3anotHeHHBIX 200-10000 6aktepusmu. BumHno
CYIIECTBEHHOE YBEJIMYCHHUE KPYITHBIX CKOIUICHHH OaKkTEepHWil B KJIETKAaX MO3ra MyX IpHU
29 °C. 3enénsriit uBet — Wolbachia, oxpamennsie ¢ momonrsio npoosr EUB338 (a—n), wim
HUCKYCCTBEHHO TIOKPAIICHHBIC aHAJIOTMYHBIM IIBETOM OaKTepuu Ha DIICKTPOHHO-
MHKPOCKOITMYECKUX CHUMKaxX (0—p); CHHUIA IBET — sapa, okpamenasie DAPI (a—H) wnn
HUCKYCCTBEHHO TIOKPAIICHHBIC aHAJIOTMYHBIM IIBETOM OaKTepUu Ha DIICKTPOHHO-

MHKPOCKOITMYECKUX CHUMKaX (0—P).
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Puc. 33. Cxema opraHm3anuy UEHTPaTbHOH HEPBHON CHCTEMBI JTUYUHKH TPETHETO
Bo3pacrta (a) m B3pocioit (0) D. melanogaster (momudunmposano u3 Truman, 1990).
CeppiM 11BETOM 0003Hau€HbI 00JIACTH, BOLICAIIME B aHaJIU3 TUTpa OakTepuil M HUX
pacnpenenenus. 30]] — 3a4aTku onTUYECKUX jaojiei; M — neHTpanbHbi mo3r; [N —
noAroTouHbli ranrnumii; BIT — Bepxuuit nporonepedpym; AJl — antennansuas nois; O]
— onrruueckas nonst; JI — mamuna; C — cetuarka; b — Opromrasie Helipomepsl; I — rpyHbie
Helipomepsl; I'1 — nepeanerpyansie Helipomepsl; ['2 — cpenHerpynnbie Helipomepsl; ['3 —

3aIHETPYAHBIE HEUPOMEPBHI.



Puc. 34. Pacnpenenenue Wolbachia B nenTpanbHON HEpBHOW CHUCTEME JIMYUHOK 3-TO

Bospacta npu 25 °C (a) u 29 °C (6) na 5-b1ii eHb passutus. 3enénslii uset — Wolbachia,

OKpalleHHble ¢ nmomMomibio nmpoosl EUB338; cunuit user — sapa, okpamennsie DAPI.
[NoBeImeHHAs TEeMIIEpaTypa He BIUAET Ha INIOTHOCTH U pactpenenenue Wolbachia s IITHC
JUYUHOK Ha S5-I J€Hb Pa3BUTUA. 1 — MOATIOTOYHBINA TaHIIW; 2 — LEHTP CErMEHTa

OpIOIIHOTO HEPBHOTO CTBOJIA; 3 — MO3T JIMUUHKH; 4 — 3a4aTOK ONTHYECKOM J0JH.




100 MkmM

Puc. 35. Pacnpenencnue Wolbachia B meHTpaibHOM HEPBHOW CHUCTEME JIMYMHOK 3-TO
Bo3pacra 1pu 25 °C (a) u 29 °C (6) na 7-oit nens passutus. 3enénsiii nser — Wolbachia,
OKpalleHHble ¢ nomouisio npodsr EUB338; cununit et — saapa, oxpamennsie DAPI.
[NoBeImeHHAs TEMIIEpaTypa He BIUAET Ha INIOTHOCTH U pacnpenenenue Wolbachia s IITHC
JUYMHOK Ha /-0 JIeHb pa3BUTHUsA. 1 — MOATIOTOYHBIN TaHTINi; 2 — 1IeHTp cermeHTa bHC;

3 — MO3T JUYHMHKH; 4 — 3a4aTOK ONTHYECKOMN JOIH.
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Puc. 36. ['ucrorpamma, neMOHCTpUpYIOLIasi MPOLEHTHOE COOTHOLICHHE IPYIMI KJIETOK C
omnpeneNnéHHBIMA TUTpaMu OakTtepuid B pasznmuuHbix oOmactsax I[HC nwuwmaku 3-to
nokosieHust D. melanogaster na 5-v1it u 7-o0#f AHU pa3BuTHs, coaepxkamuxcs npu 25 °C u
29 °C. Cunum 1nBetom 0003HaucHa repsas rpymmna (1-10 6akTepuii Ha KIETKY); KpACHBIM
nBeToM — Bropas rpymma (10-200 Oakrepwii Ha KJIETKY). YBEJIMYCHHUE IUIOTHOCTH

OaxkTepuil OTMEUaeTCs TONBKO B IIEHTpanbHOM Mo3re npu 29 °C.
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Puc. 37. O6nactu [IHC nuumbku 3-ro MOKOJEHUS, KOTOpPbIe ObUIM B3STHI JUJIS aHAIHM3a
JTUHAMUKHU Pa3IMYaIOIINXCS MO TUIOTHOCTU OakTepuil KiieTok. Pa3mep kaxkmoro kBajapara
paBen 160 mxm?. 1 — mentp cermenta BHC; 2 — kpaii cermenta BHC; 3 — moArIoToYHEIi

TaHIIUi; 4 — UEHTPATBHBIN MO3T; 5 — 3a4aTOK ONTUYECKOM JOJIH.
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Puc. 38. Pacnpenenenue Wolbachia s mosre B3pocisix D. melanogaster mpu 25 °C (a) u
29 °C (6) na 1-blif 1eHb mocie BblIeTa uMmaro. 3enéuslii nser — Wolbachia, oxpamennsie
¢ nomomuibto npo6sl EUB338; cunuii user — siapa, okpauieHusie DAPI. TloBbimenHas
TEeMIIepaTypa MPUBOIUT K CYIICCTBEHHOMY YBEIUYCHHUIO KOJIMYECTBA OAKTEpHUl BO BCEX

o0iacTsax Mo3ra KpOMC JTaMHUHBI 1 CCTYATKH.
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Puc. 39. Pacnpenenenue Wolbachia B mosre B3pocnsix D. melanogaster npu 25 °C (a) u
29 °C (6) na 3-mii 1eHp NOCIE BhLIETa nMaro. 3enéuslii et — Wolbachia, oxpamenssie ¢
nomotisio npoosl EUB338; cunmit ner — snpa, okpamenasie DAPI. TloBwimenHas
TeMIepaTypa MPUBOIUT K CYIIIECTBEHHOMY YBEIHYECHHIO KOJMYECTBA OAKTEpPHUH BO BCEX

o0macTsax Mo3ra KpOMC JITaMHHBI U CCTYATKH.
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Puc. 40. Pacnpenenenue Wolbachia B mosre B3pocnsix D. melanogaster npu 25 °C (a) u

29 °C (6) na 7-oif meHp mocie BouleTa nMaro. 3enénsiii et — Wolbachia, okpamennsie ¢

nomotisio npoosl EUB338; cunmit uer — snpa, okpamenasie DAPI. TloBwimenHas

TeMIepaTrypa NpUBOAUT K CYIIECTBEHHOMY YBEIMYEHUIO KOJIMYECTBA OakTepHil BO BCex

o0macTsax Mo3ra KpOMC JITaMHHBI U CCTYATKH.
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Puc. 41. Pacnpenenenue Wolbachia B mosre B3pocisix D. melanogaster mpu 25 °C (a) u
29 °C (6) na 13-bIi1 meHp nociie BuLIeTa nMaro. 3enéuslii et — Wolbachia, okpamennsie
¢ nomomuibto npo6sl EUB338; cunuii user — siapa, okpauieHusie DAPI. TloBbimenHas
TEeMIIepaTypa MPUBOIUT K CYIICCTBEHHOMY YBEIUYCHHUIO KOJIMYECTBA OAKTEpHUil BO BCEX
o0acTsAx Mo3ra, HHOTIa BKJII0Yast JaMUHY U ceTuaTky. [IpakTuuecku Bce 00JacTH TKaH!

Mo3ra coaepxKat kieTku Tperseil rpynmsl (200-10000 6akTepuii Ha KIETKY).
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Puc. 42. O6mactu Mo3ra B3pOCIOH MyXH, KOTOPBIC OBLIN B3SATHI JUIsl aHATU3a JUHAMUKU
rpynn tutpos Wolbachia. Pasmep kaxnoro kagpara pasen 160 mxm?. 1 — HOATIIOTOYHBIIA
TaHTJINN; 2 — aHTeHHAIBHBIC JTOJIH; 3 — BEpXHUI MpoToIepeOpyM; 4 — onTudeckast 10Jsl; 5

— JJaMHHa, 6 — ceTyaTka.
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Puc. 43. I'ucrorpamma, eMOHCTpUpYIOLIash MPOLEHTHOE COOTHOLICHHE IPYMI KJIETOK C
omnpeenéHHBIMUA THPaMU OaKTepuii B pa3nmuuHbix obnactsx mo3ra D. melanogaster na 1-
bIil, 3-ul, 7-oit u 13-bIil THU TIOCJE BBUIETa UMaro, coaepxkammxcs npu 25 °C u 29 °C.
CuHuM 11BeToM 0003HaueHa nepas rpymma (1-10 6akTepuii Ha KJIETKY); KPaCHBIM I[BETOM
— Bropas rpynna (10-200 6akTepuit Ha KIETKY); 3eJIEHBIM LIBETOM — TPEThs Tpymma (200—

10000 Oakrepuit Ha Kierky). [Ipu 29 °C 3ameTHa KOppENSIUs MEKAY yBEITHUYCHHEM

1 neHb 3 aeHb 7 aeHb13 aeHb

KOJIMYECTBA KJIETOK TPeThel IPyMIbl U BO3pacTa MyX.




Puc. 44. ®nyopecuentnas rubpuausanus in Situ [ITHC nuyuHKM TpeThero Bo3pacrta
D. melanogaster ¢ ucnonp30BaHHEM YHUBEpCaabHOW OakTepuanbHON mpoosr EUB338
(3en€HBIN). a4, B — COOTBETCTBEHHO, 5Bl M 70M OHU pa3BUTHSA (JIMYMHKA TPETHETO
nokosieHust) npu 25 °C. 6, T - 5viif U 70#, COOTBETCTBEHHO, JIEHb PAa3BUTHUS (JIMYMHKA
Tperbero mokosenus) npu 29 °C. Wolbachia nokanusyercs B OCHOBHOM B OpIOIIHOM
HepsHOM ctBoJie (BHC), noarnorounom rauriuu (I11) u nentpaisaom mosre (M). Cunwuii

— sapa, okpawmeHHsle DAPI. Macmta6: 100 MKM.
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Puc. 45. dayopecnentHas rudpuamsanus in Situ mosra B3pocisix D. melanogaster ¢
HCIIOJIb30BAHUEM OakTepuocnenupuIHOMN pOOBI EUB338 (3enéubli),
JEMOHCTPUPYIOIIAs PA3INYKS B KOJIMYECTBE OAKTEPHil B KIIETKaX IMOCJIE Pa3HBIX IEPUOJIOB
TEMIIEpaTypHOTO BO3JEHCTBUS. a, B, A, K — 1-blid, 3-mid, 7-oifi u 13-b11 1HHU,
COOTBETCTBEHHO, cojiepkanus rpu 25 °C mocine BpuieTa umaro. 0, T, e, 3 — 1-b1id, 3-uid, 7-
ol u 13-p1il 1HU, COOTBETCTBEHHO, cojepxkaHus mpu 29 °C mocne BbLIETa HMAaro.
Wolbachia nokanusyrorcs B ocHoBHOM B moariotouynoM ranriuu (I1I7) u nieHTpaibHOM
ornene (BII, AHl). Taxxe Oakrepun oOHapyxkuBaroTcsi B onTuueckux aoisx (O) u
uHoraa B gamune (JI) u cetuarke (C). Cunuii — siapa, okpamennsie DAPI Macmra6: 100

MKM.
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Puc. 46. I'paduk, nemonctpupyromuii auHamuky tutpa Wolbachia B xierkax mosra
D. melanogaster ¢ 5 qus pa3BuUTHS (JIMYUHKA TPETHETO BO3pacTa) o 13 1eHs mocie BeijieTa
umaro npu 25 °C (cunwmii) u 29 °C (kpacHblii). B nepuosst ¢ 7-ro IHS pa3BUTHS JTYAHKH
1o 1-pIii AEHB IIOC/E BBLIETA UMAaro U ¢ 7-ro aHs mo 13-bIM JIEHh MOCJIE BBUIETAa UMaro
HNPOHMCXOJNUT CYIICCTBEHHOE YBEIUYCHUE KOJIUYECTBA OakTepuid. N — KOJMYECTBO
NPOAaHAIN3UPOBAHHBIX Cpe30B. [lIaHKM MOTrpemHOCTe TEMOHCTPUPYIOT CTAaHIAPTHYIO

OILINOKY.
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Puc. 47. ®ayopecuenTHas rubpumusamus in Situ mo3ra kykosiok D. melanogaster c

ucnon3oBanreM Wolbachia cnennduanoii mpoosr W2 (po3oBbIii). a, B — «CpeaHss» U
«mo31IHSS KyKoika npH 25 °C, COOTBETCTBEHHO. 0, T — «CPEIHSS» U CIIO3IHSS» KYKOJIKa
npu 29 °C, coorBerctBenHo. Wolbachia nokanu3yroTcss B OCHOBHOM B LEHTPaJIbHOM
otaene. Ha craguu «no3muei» kykonku mpu 29 °C (T) 3aMETHO YBEITUYCHHUE TUIOTHOCTH

Oaxtepuii. Cunuii — sinpa, okpamenasie DAP| Macmta6: 100 MxM.
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Puc. 48. TI'paduk, nemonctpupyromuii quaamuky tutpa Wolbachia B kinetkax mo3sra
D. melanogaster Bo Bpemst meramopdo3a npu 25 °C (cunwmii) u 29 °C (kpacusrif). Ha
CTAJMU «IMO3JHEH» KYKOJKH IPOMCXOAUT CYIICCTBCHHOE YBEIMYCHHE KOJIUYECTBA
OakTepuil. N — KOJMYECTBO MPOAHATU3MPOBAHHBIX Cpe30B. [lmaHKM mMorperHocTei

JEMOHCTPUPYIOT CTAaHAAPTHYIO OIINOKY.
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Puc. 49. I'paduk, nemoHctpupyromuii quaamuky tutpa Wolbachia B kietkax mo3ra

D. melanogaster na craguu auMYUHKKA 3-TO Bo3pacTa (5-blif M 7-OH JIeHb pPa3BHUTHA),

KYKOJIKU («IIPEAKYKOIIKA», «CPEIHS» KYKOJIKA, «IO3THSS» KYKOJIKA) U B3POCION MyXHU

(1-pr1i1, 3/7-o1 m 13-b1ii neHb Mocie BeiIeTa uMaro) mpu 25 °C (cunwuii) u 29 °C (kpacHbIii)

C HaJlO)KEHHUEM JHWHAMHUKK ypoBHs skauctepomaa (mo L.M. Riddiford, 1993) wna

IMPOTAKCHUHU IICPCUYHUCIICHHBIX IICPHUOIOB. Ha cragum «mo3gHei» KYKOIJIKH, ITIOCJIC IIMKa

AKIUCTEPOUA, MPOUCXOIUT CYIIECTBEHHOE YBEJIMUYECHHE KolnuecTBa OakTepuil. [Inanku

MOTPEIIHOCTEN IEMOHCTPUPYIOT CTAHIAPTHYIO OIITHOKY.
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nonosas | yucrobnact| cragun 2-6 cTagum 7-9 ctagua 10
KneTka

X

Puc. 50. Cxema noxanusanuu Wolbachia na pasubeix craausx oorenesa D. melanogaster.
a, 0 — paBHOMEPHOE paclpe/e/icHiHe OaKTepHil Ha CTaIWH, COOTBETCTBEHHO, IOJIOBOM
KJICTKH U (OPMUPYIOIIETrocs U3 He€ mucTobacta, COOTBETCTBEHHO; B — pacIpe/IeicHHe
Wolbachia na 2-6 cragusx ooreHe3a; HaWOOJbIIEE KOJMYSCTBO OaKTepHid
cocpenoTaunBacTcs B OyaymieM oonute; T — jokanu3anus Wolbachia na 7-9 cragmsx;
OakTepuu paBHOMEPHO paclpe/iesieHbI 110 BCeM KIIeTKaM; 11 — K — jJokaiau3anus Wolbachia
Ha cragusax 10, 12 u 3penoro sifna; yacTe OakTepuil mepemelaercs K MOoJocy, TIe B
OymyiieM (GOPMUPYIOTCS MPEAIISCTBEHHUKN IMOJOBBIX KICTOK. bakTepuu 0003HAYEHBI

3en€HpIMH TOuKaMu. Moauduiuposano u3 Serbus et al., 2008.
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1 cTagus 9 cragus 10-13 cTtagus 14 cTtagus

Puc. 51. Cxema nmokanmuzanmu Wolbachia na pasHbix cTamusx paHHero smOpHoreHesa
D. melanogaster. C 1-oit mo 13-10 cTaguio MPOMCXOTUT PaBHOMEPHOE pacrpeieiicHHe
OakTepuil MeXay JensmMMHCS sapamMu Ha nepudepun sMmOpuona. Yacte Oakrepuil
nepeMeniaeTcs B 001acTb GOPMUPYIOMIUX OTAETBHBIN CIION MOMAPHBIX KIIETOK (cTaaus 10-
13). Ha 14-oii cTaauu npoucXoauT LET0AsSpU3alus, Ipu KOTOpoil GOpMHUPYIOTCS KIETKH,

coneprkaiue papHoe koauuectBo Wolbachia B nurormiasme.
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Puc. 52. Jlokamu3anus Wolbachia na pasubix cragusx ractpyisiuu D. melanogaster.
CepbIM 11BETOM 0003Ha4YaeTCs JKTOJAEPMA, TOMyObIM IIBETOM BBIICICHBI HEHPOTCHHBIC
00J1acTH 3KTOJCPMBI, U3 KOTOPBIX (OpMHUpYyeTCs LeHTpaibHas HepBHas cuctema (L{HC)
9MOpHOHa, KXENTHIM 0003HAYaeTCs Me30jepMa, a KPacHbIM — JHjaoAepMa. 3eIEHBIMU
ToukaMu BbienieHbl OakTepun Wolbachia. a — Gakrepun pacnpeneneHs paBHOMEPHO IO
BCEM TPEM OYIYIIUM 3apOIBIIICBBIM JTUCTKAM. O — HOpPMHUPOBAHKE 3aPOIbIIIEBBIX JTUCTKOB
B pesyabTare wHBarmHanui; Wolbachia paBHomepHo pacmpenenensl Bo Bcex TpEx
3apOJIBIIICBBIX JINCTKAX; CTPEJIKaMH O0O03HAYEHO HAIpaBlICHHE OYAYIIEro OTCIOCHHS
HEHpPOOIacTOB M3 HEUPOTeHHON 00JacTH JKTOJEpMBbl (Toiy0oil); MpeaIIecTBeHHUKU
TIOJIOBBIX KJIETOK (BHHM3Y CIipaBa) HAYMHAIOT YIIyOISThCS, B — OTCIIOUBIIHECS
HelpoOsiacTel, paBHOMEPHO HWH(UIMpPOBaHHbIbIE OakTepusamu, ¢opmupyor [HHC
sMOpuoHa. [lpeaiiecTBEHHUKH IOJIOBBIX KIETOK, Takxke coaepkame Wolbachia B
IIUTOIUIa3Me, IOJIHOCThIO HMHBAruHUPYIOT. M300pakeHue TpEX CTaauil TacTpyNsIud

mouduipoano u3 Leptin, 1999.
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Puc. 53. Cxema ¢opMupoBaHHsl I[EHTPAITbHOW HEPBHOW CHUCTEMBI HSMOpHOHA
D. melanogaster. Ha paHHOM »J3Tame NPOUCXOMUT HEPABHOMEPHOE pacHpeeiCHUe
Wolbachia wmexnay npensmmmucs kietkamu. KpaapaTHbIMH KJISTKaMH O0O3HAYEHBI
HeWpoOIacTel, paBHOMepHO wuHGUIHMpoBaHHble Oaktepusmu Wolbachia. Kpyriosimu
KJIeTKaMu O00O3HAYeHBl MEPBUYHBIE HEUPOHBI, GopMupylomuecs u3 HeipodiacToB. B
HEKOTOPBIC MEPBUYHBIC HEHPOHBI MOXKET TOMNAaJaTh HEOOJBIIOE KOJIMYECTBO OAKTEPHIA.

MHorue kiieTku cBo0oaHbI 0T OakTepuid. Wolbachia Beienens! 3e1€HbIMU KPY)KKaMHU.
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INYMHKA 3-rO | (8] - HeiipoBnacT
BO3PACTA ® - NepBUYHbIE/BTOPUYHbBIE HENPOHbI
. 5 -: - wMelPop
a 5 25°C, 29°C ® - xnetku, 3abutbie wMelPop
LeHTpanbHbIN ’- ckonnexHus wMelPop

P

MO3r

B3POCIJIbIE

B LeHTPanbHbIi 25°C 29°C LleHTpanbHbIi r
Moar ; MOo3r

Puc. 54. Cxema pacnipenencuus 6akrepuit Wolbachia B ITHC nuunHOk 3-r0 mokosieHus (a,
0) u mo3re B3pocibeix D. melanogaster (8, ) npu 25 °C u 29 °C. a, 6 — COOTBETCTBEHHO,
nonepeuHblid U carrutaibHbiil cpe3bl HHC nuumHku 3-ro mokosieHusi, COOTBETCTBEHHO,
JNEMOHCTPUPYIOLIME HEPABHOMEPHOE pacipeiesieHue 0akTepuil Mexay HelpooiactaMu 1
00pa3yromuMHCs B pe3yibTaTe X JeJIeHHUs HeHpoHaMH, 00pa3ylOIIUMMHUCS B pe3ybTaTe
ux jaeneHusi, B opromHoM HepBHOM cTBosie (BHC), nenTpanbHOM MoO3re, MOATIOTOYHOM
ranrmun (I117) u 3avatkax omrtmyeckux goner (301). BuaHbl pa3nuuus 1mo MIOTHOCTH
Wolbachia mexny kinerkamu W TNPUCYTCTBUE KIETOK, CBOOOJHBIX OT OaKTEpHid.
[ToBeienHass temmeparypa (29 °C) He oOKa3blBaeT CYIIECTBEHHOTO BIUSHHUSA Ha
pasmuoxxenne 6akrepuii B [IHC nmuunHOK 3-T0 mokosnenus. (B, T) — GpOHTAIBHBIC CPE3bI
B3pOCJIOrO0 MO3ra MyXH, JAEMOHCTpupyromue pasnuuus B miotHoctn Wolbachia B
IICHTPAJILHOM Mo3re, noariorounom ranriauu (I110), ontudeckoit none (O1), namune (JI)
u ceryatke (C) mpu 25 °C u 29 °C, coorBercTBeHHO. [loBhIlIEHHas TemiepaTypa

3HAUUTENBHO YBEIMUMBAET TUTP OAKTEpUI B MO3Te B3POCIBIX MYX.



