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O00011IeHBI CBEICHUSI O HACICACTBEHHBIX CUMOMOHTAX HACEKOMBIX, T.€. O CUMOMOTUICCKUX OaKTepUsIX,
oOUTaIIUX B LIMTOIJIa3Me KJIETOK U MepeaarolIuXcsl B psiay MOKOJEHUI TpaHCOBapUalbHO, Yepe3 SIULIO.
PaccMmoTpeHsI cityyan 06 IMraTHOrO CMMOKMO03a, IIpU KOTOPOM 0aKTepuu 00eCIIeunBalOT X03sIMHA TEMU Be-
11IeCTBaMU, KOTOPbIE HACEKOMOE HE TT0JTydyaeT U3 IMUILIHY (AMUHOKHUCIOThI, BATAMUHBI), U CJTydau PerpoaIyK-
TUBHOIO Iapa3suTHU3Ma, IPU KOTOPOM GaKTepUsi MAHUMYJIUPYET Pa3MHOXKEHUEM XO3sMHa, obecredynBast
MpEeMYIIECTBEHHYIO ITIepegadyy CMUMOMOHTA B psiay IToKoyieHUit. O0CcyKIaeTcs THTErpalyisi FeHOMOB X035~
MHA U CUMOMOHTA, (PYHKIMOHAILHOE 00beIMHEHNE KOTOPBIX CO30AeT OObEIMHEHHBIN TeHOM, MJIM CUM-
OMOTEeHOM.
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TUBHbBIE MMapa3uThl, AaHAPOLIMA, (HDEeMUHU3ALIMS, [IMTOIJIa3MaTUYeCcKasi HECOBMECTUMOCTD, TTapTeHOTeHe3,
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HacnenctBeHHOCTh TPaAUIIMOHHO OMPEAESIOT
Kak “CBOMCTBO ponuTesieii epenaBaTh CBOM MPU3HAKHU
U OCOOEHHOCTM Pa3BUTUSI CJEAYIOLIEMY TTOKOJEHUI0”
[1]. B Havasie mpoUIIOro CTOJETUSI ObUIM OTKPBITHI
CTPYKTYpBl KJIETKH, OOecIieuMBarollye Iepeaady 3a-
JIaTKOB IIPU3HAKOB (I'€HOB) OT POAUTEJICH MOTOMKAM,
JIOKaJIM30BaHHbBIE B sipe xpoMocoMbl. [lozaHee ObL10
MOKAa3aHo, YTO reHeThveckasi tHhopMalus o Mpu3Ha-
Kax M CBOICTBax OpraHW3MOB 3arycaHa B MOC/eI0Ba-
tenbHOCTH HyKJleotunoB JIHK, sasnsromieiicss rnas-
HBbIM XMMUYECKHUM MaTeprajioM, JIEXXallUM B OCHOBE
XPOMOCOMBI.

B xone pa3BuTus TeHETUKU ObLIU OTKPBITHI SIBJIE-
HUSI BHEXPOMOCOMHOI HacJIeACTBEHHOCTU, KOTOPbIE
B OOJIBIIIMHCTBE CJIy4acB OKa3ajoCh BO3MOXHbBIM
cea3ath ¢ JAHK-comepxamymu 1uTonaamMaruye-
CKMMU OpraHesulaMu — XJIOpOIulacTaMUd U MUTOXOH-
npusimMu. U3ydyeHue psiza ocoObIX ciy4yaeB LATOTIa3-
MaTUUYeCKOI HACJIeNCTBEHHOCTU TOKa3ajlo, OHAKO,
YTO AETEPMUHAHTAMU HEKOTOPBIX CBOMCTB OpraHU3-
MOB MOTYT OBITh XXVBYIIIME BHYTPU KJIETOK U YCTOM-
YUBO COXpaHSIONIUECS MPU JIEJIEHUN KJIETOK CUM-
OUMOTHYECKHME MUKPOOPTaHU3MbI. DTU CUMOMOHTHI
MOAyYMIN Ha3BaHue HaciaenacTBeHHBIX (hereditary
symbionts — [2 , 3]) 1 u3ydyeHue UX OMOJIOTUU U B3a-
MMOJICVCTBUS C XO3SIMHOM COCTaBUJIO OCOOYIO TJIaBy
B FT€eHETUKE W PBOJIIOLIMOHHOU OMOJIOTUH.

HamomHaWM, 9TO ciemyeT MOHUMATh MO CUMOMO-
30M. [lo omHOMY M3 COBpPEMEHHBIX OIpPEACICHUIA,
CUMOMO03 — 3TO “OpraHMYHAs U MOCTOSIHHASI CBSI3b
MEXIY NBYyMSI MapTHEpaMU pPa3HBIX BUIOB, KOTOpas
BBI3BIBACT ITOSIBJICHUE HOBBIX CTPYKTYpP WU MeTabo-
JIMYECKOI1 3aBUCUMOCTU W MOXET IIPUBECTU K T'eHe-
Taeckoit maTerpannn” [4]. I1pm 3TOM 1TO TOCTOSH-
CTBY CBSI3U MEXKIy NapTHEpaMU pa3IndaloT CUMOMO03
¢axyJIbTaTUBHBIN 1 OOJIUTaTHEINI, a IT0 TUITY B3aMO-
OTHOIIIEHUII ITapTHEPOB — MYTyaInu3M (KOMMEHCa-
JIU3M U CUHTpodUs) 1 napa3utusM. [1pu KommeHca-
JIM3Me OJIVH M3 ITapTHEPOB IMUTAETCs 3 CYET IPYToTo,
He IPUYMHSSI €My 3aMeTHoro Bpena. Ilpu cuHTpo-
¢un napTHEPHI 3aBUCSIT B OTHOILICHUY ITUTAHUS IPYT
ot apyra. Hakone1r, mpu rmapasuTu3mMe OQMH 13 HapT-
HEpOB HAHOCUT APYroMy TOT WJIM MHOI Bped. B mo-
clIeNyIoleM M3JIOXKEHUU MBI OyIeM paccCMaTpUBaTh
IIpUMEPHI COXUTEIbCTBA IIPOKAPUOTOB M 3YKapuoO-
TOB, KOTOpPBIE MOTYT OBITb OTHECEHBI K OOTHOMY M3
BBIIIIEHA3BaHHBIX BUAOB cumbOuo3a. Ilom Hacien-
CTBEHHBIMM CUMOMOHTAMM B JaJbHEMIIIEM MBI Oy-
JIeM TI0Apa3yMeBaTh KMBYIIME BHYTPU 3YKapPUOTH-
YeCKOM KJIETKU MUKPOOPTaHU3MbI, OOBLIYHO OaKTe-
puanabHbIe, KOTOPBIE YCTOMYMBO COXPAHSIOTCS IIpU
JIIeJIeHUM KJIETOK M Pa3MHOXEHUU OPraHUu3MOB U
MIPUCYTCTBUE KOTOPBIX BO MHOTUX CJIy4asiX oIlpeae-
JISIET T€ WJIM WHbIe IIPU3HAKU M CBOIICTBA XO3sIMHA,
T.e. ero (PeHOTHII.
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HacnenctBeHHbIE CHMOUOHTHI IPUBIIEKAIOT K cebe
BHUMaHUe, 10 MEHbIIIEH Mepe, Mo ABYM MpUYMHAM.
Bo-nepBhiX, IMTOILUIA3MAaTUYSCKIE OPraHEeIUIbl, XJIO-
pOILTACTBI U MUTOXOHAPUH, UMEIOT CUMOMOTEHHOE
MMPOMUCXOXKACHHE; TIOBENeHUE HACAEACTBEHHBIX CUM-
GUOHTOB, Pa3JIMYAIOLINXCS IO CTEIIEHU UHTErpaliui B
KJIETKY XO3sSIMHA, MOJIEJIUPYET Te 3TAIbl, KOTOPLIMU B
SBOJTIOLIMY ITPOUCXOIMIIO (POPMUPOBAHUE KIETOUHBIX
opraHe/ul. Bo-BTOpbIX, IIMPOKOE pacIpOCTpaHEHUE
cpeayl HaceKOMbBIX (KakK M APYTUX WICHUCTOHOTHX)
GaKTepuaJIbHBIX BHYTPUKJIETOYHBIX CHMOMOHTOB OT-
KPbUIO BO3MOXHOCTH Pa3pabOTKKM HOBBIX 9KOJIOTHY-
HBIX CITOCOOOB KOHTPOJIS YHCICHHOCTU pPsiia Bpel-
HBIX OPTaHU3MOB.

B Hacrosimem o63ope MbI 6ynemM paccMaTpuBaTh
TOJIBKO CUMOMOHTOB BDYKAapUOTHUYECKUX KJIIETOK
(MpeuMyIleCTBEHHO HauboJiee XOPOIIO MU3YyYEHHBIX
HaceKOMBIX). XOTs TJIa3MUIbl U yMEpeHHble daru
MOTYT TakKe ObITh IPUYNCIEHBI K HACEACTBEHHBIM
cuMOMoOHTaM [2, 3], UX TIPOUCXOXICHUE U XapaKTep
B3aMOJICHAICTBUSI C OaKTEpPUAITBHOU KIIETKOU, TIpU
HEKOTOPBIX MApaJUIeNsiX, SBHO OTJIWYAIOT 3TU MO-
OWJIBbHBIE DJIEMEHTHI FeHOMA OT OOBEKTOB HACTOSIIIEN
CTaThU.

OBOJIOIIMOHHBIE CTPATEI'MU
HACJIEACTBEHHBIX CUMBMOHTOB

IIIupoko pacnpocTpaHeHHbIE OakTepuu poaa
Spiroplasma MIMIOCTPUPYIOT LEBII PSII 9TANoB, I10
KOTOPpBIM 1JIa 3BOJIOLMA HACJICOACTBCHHBIX CHUM-
O6MOHTOB [5—7].

Cnuporuiadambl — Meakue (3—5 MKM B IJIMHY),
cnupajieBUAHbIC, JUIIEHHBIE KJIECTOYHON CTEHKU
OakTepuu, OTHOCSIIIHECS K CEMEMCTBY Spiroplasma-
taceae, ki1accy Mollicutes. B pone Spiroplasma Ha-
cuuthiBaeTcst okoso 40 BumoB. PazMepnl reHOMOB
Spiroplasma ot 780 mo 2200 TrH. ['€HOMEI IeBATU BU-
OB OBUIM CEKBEHMPOBAHBI; pa3Mephbl 3TUX T€HOMOB
cocTaBJIsItoT 945—1525 TnH, a YMCI0 reHOB B HUX Ba-
peupyeT oT 858 mo 1170 [6]. B reHoMax ciiporuia3m oT-
CYTCTBYIOT TOUYTU BCE T€HbI CHHTE3a aMWHOKMUCJIIOT.
OrpaHM4eHHOCTU CUHTETUYECKHX BO3MOXKHOCTE TpH-
BOZST K TOMY, Y4TO CITUPOITIA3M OYEHb TPYIHO BhIPALLIH-
BaThb Ha MCKYCCTBEHHBIX cpemax. LIITamMmbl, KOTOpbIe
0Ka3aJ0Ch BO3MOXHBIM KYJIBTUBUPOBATD in Vitro, pac-
TYT TOJIBKO Ha OYeHb OOTaThIX cpenax.

Cpenu cnuporiasM ecTbh KaK KOMMEHCAJTbl, TaK U
nmapasutbi-natoreHbl. CUMOMOHTBI 3TOTO PoJa 0CO-
OGEHHO MHOTOUYMCJIEHHBI Cpedyd HACEKOMBIX, M B
OOJIBLIMHCTBE CTyd4aeB OHU CYUTAIOTCS KOMMEHCAJla-
mu. bakrepuu Buaa S. floricola 66114 BblIEJIEHBI C M1O-
BepXHOCTHU LIBETOB Liriodendron tulipifera, oHn sSIBIIsI-
JOTCSI O€3BpPEIHBIMU U OECITOIC3HBIMM CUMOMOHTAMHM
pactenus [8]. Tpu Buna: S. citri, S. kunkelii, S. phoe-
niceum — BBI3LIBAIOT 3200JIEBAHUST PACTEHUIA; 9KOHO-
MIYECKM OCOOCHHO BaxKHHEI S. citri 1 S. kunkelii, Ko-

3AXAPOB, TOPAYEBA

TOPBIE SIBJISIFOTCSI TATOTEHAMU COOTBETCTBEHHO LTUT-
PYCOBBIX U KyKYPY3Hl.

ITaToreHHbIe CIMPOILIaA3Mbl PA3MHOXKAIOTCS B CO-
K€ pacTeHMI U ITIEPEHOCSTCSI COCYIIMMU COK HACEKO-
mbiMu — 1mKaakamu (Cicadellidae). ITomamas B mu-
LIEBApUTEIbHBINA TPAKT HACEKOMBIX, CIIMPOILJIa3Mbl
IIPOHUKAIOT Yepe3 ero CTEHKHU 1 pa3MHOXAIOTCS B T'e-
momumMm@pe. Co CITIOHOM HACEKOMbBIX OaKTEpUU Iepe-
JIal0TCS B pacTeHUE, Ha KOTOPOM ITUTAIOTCS LIMKAIKH.

V cnmpormiradM — CUMOMOHTOB HAaCEKOMBIX ITPO-
SIBJISIIOTCSI CBOMCTBA, 0OeCeUnBaIOIIME UX YCTONYM -
BOE COXpaHEHUE U epenady B psiay IToKoaeHui. Tak,
OakTeprss MOXET MOBBIIIATH MPHUCITOCOOJICHHOCTD
3apaxxeHHOro xo3siuHa. [Tpu 3ToM Bo3pacraeT ycToii-
YMBOCTh JIMOO K Mapas3uraM, JIM00 K (PU3MIEeCKUM
dakTopam cpensbl. [TaTorenHas 1Jst KyKypys3Hol S. kun-
kelii MOBBIIIAET YCTOMYMBOCTH HACEKOMOTO-IIepe-
Hocuuka Dalbulus maidis (Homoptera, Cicadellidae)
K HM3KUM TemmneparypaMm [9]. ChouporuiazMa-cuM-
ouoHT Drosophila hydei 3ammiiaet xo3siMHa Mpuy 3a-
paXkeHMHU mapa3uTUIecKoii ocoit Leptopillina hetero-
foma: yBeIMYMBACTCSI BBDKMBAeMOCTb MyX IIPU 3apa-
>KEHUU UX TUYUHOK JIMUMHKaMHU ocklI [10].

Hpyrue Bunbpl 6akTepuii pona Spiroplasma, ipro0-
pETILNE CIIOCOOHOCTD ITIepeaaBaThCs TPAHCOBAPUAIBLHO,
yepe3 S0, CIOCOOHBI MOBBLICUTH PENPOIYKTUBHBINA
ycIiex 3apaxkeHHbIX ocobeit. Tak, Spiroplasma — cum-
OMOHT a3uMaTcKoi 0oxbeit kopoBku Harmonia axy-
ridis — youBaeT caMIIOB Ha ®MOPNOHAIBHON CTaIuM
[11, 12]. B mokojeHUsIX CHMOMOHT TIepenaeTCs TOIb-
KO TpaHCOBapHaJbHO, 110 MaTepUHCKOM JuHUU. “C
TOYKU 3peHUsT” 0aKTEepuM caMIIbl B IIOTOMCTBE 3apa-
JKEHHBIX CAMOK HE HYXXHBI, 00Jiee TOT0, OHM “Bpel-
HBI”, TaK KaK KOHKYPHUPYIOT 3a IMUIIEBBIE PECYPCHI C
caMKaMHi. DJINMHHAIIMSI MY>KCKOTO IIOTOMCTBa 0J1a-
TOIPUSITCTBYET BBDKMBAHMIO >KEHCKOrO, KOTOpOE U
rnepeaact 6akTepuu cieayolieMy nokojaeHuwo. I[1o-
JIOOHBIM Xe 00pa3oM peryIrupyeT COOTHOIIEHHE T10-
JIOB B MOTOMCTBe Spiroplasma poulsonii — cuMOUOHT
Drosophila willistoni [13, 14].

PaccMmoTpeHHbIe OMOIOrMYecKkrue OCOOEHHOCTH
pa3HBIX BUAOB poaa Spiroplasma mo3BOJISIIOT HAPUCO-
BaTh BEPOSITHHIN ITyTh SBOJIIOLUM 3TUX OaKTepUit Kak
CUMOMOHTOB. BO3MOXKHBII IIpeIOK CIELaIN3UPO-
BaHHBIX CITUPOILIa3M — GaKTepus-3MUPUT, KUBIIAS
Ha TTOBEPXHOCTHU 3eJIeHBbIX pacTeHuit. IlepBuIil 1mar
3BOJIIOLIMN — 3TO MPUOOPETEHUE CITOCOOHOCTHU TIPO-
HUKATh BHYTPb TKaHel pacTeHUs, Tie 6aKTepuU Hax0-
IST OOoraTylo MUIIEBBIMUA MaTepuajaMu cpedy — COK
dunembl. OTTyga 0aKTepuM IOIMAadaloT B MHUILIEBApU-
TEJIBHBIA TPaKT COCYIIMX COK HaceKoMbIX. Criocob-
HOCTb IIPeOJ0JIeBaTh TKAHEBbIE Gapbephbl TTO3BOJISIOT
OakTepysiM MPOHUKHYTb B TeMOJIMM(]Y HaCEKOMOIo U
3aceNnTh ee. Ha 3ToM 3Tarie myTi 5BOTIOLNUY PaCXOIsIT-
¢Sl — OOHM BUbI CTAHOBATCS CUMOMOHTAMU-KOMMEH-
cajlaMy HaCeKOMBIX, APYrue MepexoisT K napasuTusmy
¥ CTAHOBSITCS ITaToreHaMM pacteHuii (S. citri, S. kunke-
lify nmm Hacexkombix (Spiroplasma apis — mnatoreH
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myes1). CHUMOMOHTHI-KOMMEHCAJIBI MOTYT JIETKO OBITh
yTpadeHbl, 1aKe €CJIU OHU BbIpadOTaI CIOCOOHOCTh
MIPOHUKATh B SIMLIEKIICTKH, T.€. IepelIaBaThCsl IIOTOM-
CTBY TPaHCOBapHAJIbHO. Y CTOMYNBOE COXpaHEHUE CUM-
OMOHTA B MOITYJISIM HACEKOMOTO JOCTUTASTCST IBYyMSI
cnocobaMy — JIMOO MyTEM PE3KOro MOBBILICHUS TIPH-
CIIOCOOJIEHHOCTH MH(MUIMPOBAHHOTO X0391Ha (Tiepe-
X0l B COCTOSIHME OOJIMraTHOrO CHMOMOHTA), JIU0O0
MIPpUOOPETEHNEM CIIOCOOHOCTU PEryJIUpOBaTh IIPO-
LIECC Pa3MHOXEHUSI XO35IMHA, 0OecTieunBast Iperumy-
IIECTBEHHOE Pa3MHOXEHME 3apakeHHBIX OCOOeii.
CoOTBeTCTBYIOIIYE IIPUMEPHI U3 YKUCIIa BUAOB Spiro-
plasma ObUIM TIPUBENEHBI BHIIIE; B ITOCIIEIYIOIINX
pasnesnax OyaeT pacCMOTpeHa peaan3alnst 3TUX CTpa-
Ternii OpyTMMU OaKTEPUSIMU U COOTBETCTBYIOILIME
MeTaboIMUeCKHEe U TeHETUYECKUE MEXaHU3MBL.

OBJIMTATHBIE CUMBUOHTBI HACEKOMBbIX —
METABOJIMYECKHNHN MYTVYAJIU3M

st psiga BUOOB HACEKOMBIX M JTaXKe IJIST LIeJIbIX
KPYITHBIX TAKCOHOMUYECKUX TPYIIT CUMOMO3 C OaK-
TEPUSIMHU SIBJISIETCS YCIIOBUEM CYIIECTBOBAHUS X035 -
nHa. OOBIYHO TakKasl CUTyallusl HaOJIIoJaeTcsl y TeX
HACEKOMBIX, KOTOpPhIE IUTAIOTCS cyOCcTpaTaMu, JId-
IIEHHBIMY Te€X MJIN WHBIX HEOOXOIMMBIX HACEKOMO-
MY KOMIIOHEHTOB, KOTOPbIMUM MX U CHaOXKaeT 0akTe-
puaJbHBIA CcUMOUOHT. B OOJBIIMHCTBE CIydaeB
YYaCTBYIOIIMIE B CUMOMO3¢ OAaKTEpHM HE CITOCOOHBI
pacTu Ha MCKYCCTBEHHBIX ITMTATEJbHBIX Cpeaax, U
HeoOXOAUMBIMU UM COSAUHEHUSIMU UX 00eCIIeuBa-
€T XO35IMH. DTHU CiIydyar CMMOMO03a JOJIKHBI OBITH OT-
HECEeHBI K KaTeropmuu MyTyaiansMa (CUHHTpoun).

OmHyM U3 IPUMEPOB, HanboJIee N3BECTHBIM 1 Oe-
TaJIbHO M3y4YeHHBIM, SIBiIsieTcs cuMOuos et (Homop-
tera, Aphidoidea) u 6akrepuu Buchnera aphidicola. Tan
MUTAIOTCSI COKOM (hJI09MBI pacTeHUi1, KOTOPhIiA Oorar
yIjeBogamMu, HO OeleH aMUHOKMCIOTaMU, 13 KOTOPBIX
JIecITh He CUHTE3UpPYIOTCS HaceKoMbIMU. HemocTtaTok
AMUHOKWCJIOT BOCIIOJIHSIETCSI OOJIMTAaTHBIM CUMOMOH-
TOM Buchnera aphidicola. Cum0O1o3 Ti1eii ¢ aTMu 6aKTe-
PUSIMU SIBJISIETCS BBOJIIOLIMOHHO JpeBHUM. DutoreHe-
TUYECKHE NCPEBbSI COBPEMEHHBIX TJIC€il M IIITAMMOB
Buchnera XOHIpY?HTHBI (COBIIaIaloOT), YTO CBUIIE-
TEJILCTBYET OO0 OMHOKPATHOM 3apaXkeHUM MpeaKa
TJIell HeKoeil OaKkTepureil 1 ITOCIeayIoNIeil KO3BOJIIO-
U1 X0o3rHa U cuMOnoHTa. C yyeToM I1aJIeOHTOJIO-
TMYECKUX HAXOJOK BpeMsl BO3HUKHOBEHHUS 3TOIO
cuMO103a OLIeHUBAETCSI MUHUMYM B 150—250 MuIH JIeT
[15]. O mpeBHOCTM 3TOr0 CMMOMO3a CBUICTEILCTBYET
U TO, YTO Y TJIei 0Opa3oBaJics CliellMalbHbIN OpraH, B
KJIETKaXx KOTOPOrO KOHLEHTPUPYIOTCSI OaKTepuu.
DTUM OpTraHOM SIBIISIETCS OAKTEpMOM, KOTOPBIMA CO-
crout u3 60—90 MOTUIIOMAHBIX KJIETOK, Ha3bIBAEMBbIX
b6akTeprmoLUTaMu. bakTeprnoLUThl HAIIOJIHEHBI BE31-
KyJlaMd — MeMOpaHHBIMU Iy3bIpbKaMM, COIIEepKa-
muMu 6akrepun. CuMOMOTUYECKHE OAKTEpUU TIIEH
HAaCJICAYIOTCSI B TOM CMBICJIE, YTO OHU PETYIISIPHO I1e-
penaioTCcs B MOKOJIEHUSIX 10 MAaTE€pPUHCKON JTUHUM.
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TnsiMm cBOWCTBEHHO XXWBOPOXIEHUE; HOBOPOXIAEH-
Hast 0co0b comepxuT 2 X 107 GaKTepuaNbHBIX TEHO-
MOB (KJIETOK Ha JBa MOpsiiIKa MEHbIIIE, TaK KaK KJIEeT-
KU Buchnera nonureHoMH#bI [15]).

CTOJ1b TECHOE COXUTEIBCTBO HACEKOMOTO U OaKTe-
pUM, TIpU KOTOPOM KaXKIbIi U3 MapTHEPOB HE MOXET
CYIIIECTBOBATh CAMOCTOSITEJILHO, TI03BOJISIET TOBOPUTH O
MOSIBJICHUM B 3BOJIIOLIMU COCTAaBHOIO (composite) op-
raHusma [15].

I'enom Buchnera no pa3zmepy man — 0.657 MJTH TTH
(m1st cpaBHeHUst — reHoM E. coli 4.6 MutH H). B kiet-
ke Haxonarcs 120 konuii reHoMa. B reHome Buchnera
MIPUCYTCTBYIOT T€HbI CUHTE3a IeNTUIOTINKAaHA, KJTe-
ToyHoro neneHusa, JIHK-pemnmnkaim, TpaHCKpHII-
nuu, pudocoMHbIX O6enkoB, tRNA-cuHTera3, ATP-
CUHTETa3bl, TpaHCIIOpTa »JJIEKTPOHOB, CEeKpeluun
0OeNKOB, TJIMKOJIN3a, 0EJIKOB TEIUIOBOTIO IIOKa, CUH-
T€3a apOMaTUYECKUX U APYTUX aMUHOKUCIIOT. ['eHbI
CHHTE3a aMUHOKUCJIOT aMIUIM(UIIUPOBaHEI Ha TIJIa3-
MHIaX, a B XPOMOCOME y HEKOTOPBIX IIITAMMOB OHU
MOTYT OTCYTCTBOBATh [15].

B renome ropoxoBoii Tiu Acyrthosiphon pisum o6-
HapyKeHbI IBa T'eHa, KOTOPhIE C BHICOKOI 3(hheKTHUB-
HOCTBIO 3KCIIPECCUPYIOTCS B 0aKTEPHUOILIMTAX I10 CPaB-
HEHMIO C IPYTMMU TKAHSIMU XO3sIMHA. DTU reHbl — ldcA
(mponykt — LD-kapbokcunentunasa) u ripA (muaro-
MpPOTENH A) — UMEIOT OaKTepHaTbHOE ITPONCXOXKIIE-
Hue [16]. INepBEIii TOKa3aa HanOOJIbIIEe CXOICTBO C
COOTBETCTBYIOIIUM T'€HOM CHUMOMOTUYECKOiIT OaKTe-
pun Wolbachia, IMpoKO pacnpoCTpaHEHHON cpean
HACceKOMBIX; IMPOUCXOXKIEHUE BTOPOro reHa Heu3-
BecTHO. OOnMUraTHBIA CUMOMOHT Tieii OaKTepus
Buchnera mumiena rena ldcA, XOTsI ero IIPOAyKT HEOO-
XOIUM JUISI CUHTe3a OakTepualdbHON KJIETOYHOM
creHku. Takum oOpa3oM, XO3I1UH C IIOMOIIbIO TeHa,
3aMMCTBOBAHHOTO OT JIPYroii 0aKTepru, BOCIIOJIHSET
JIedeKT CBOero o0JIMraTHoOro CMMOMOHTA.

YV apyrux HaceKOMBIX, TAKXKE TTUTAIOIINXCSI COKOM
pacTeHUil, OOHApYXeHbl MHBIE, OTIMYHBLIC OT TJEi
CUMOMOHTHI. B HEKOTOpBIX cllydyassx MOTPeOHOCTH
X03sIMHA B aMUHOKMCJIOTax YAOBJICTBOPSIOT HE OIWH,
a n1Ba cuMbroHTa. HanGonee ynuBuTeIbHast CUMOUO-
THYECKasl ccTeMa OOHapyKeHa y IUTPYCOBOIO Uep-
Beua Planococcus citri (Hemiptera, Pseudococcidae).
JIBa GakTepMalIbHBIX CUMOMOHTa OOpa3yloT “Mat-
peiky”: ramMma-npoteodakrepust Candidatus Mo-
ranella endobia xvuBeT BHYTpU Apyroii 6akTepuu, oT-
Hocsieiicst K Oera-tiporeodakTepusMm  Candidatus
Tremblaya princeps, a mocjaenHsIsI — B LIMTOILJIa3Me
b6aktepuoluToB Planococcus citri. TeHoM BTOpOit
GaKTepUM — OIUH U3 CAMbIX MaJIEHbKUX CpeIu OaKTe-
puii: 138927 . B reHome npeacrtaBneHsl 121 6emok-
KOIUPYIOIINX TEHOB, U3 KOTOPBIX 29 MMEIOT OTHOIIIE-
HUE K CHUHTE3y NECSITH HEOOXOIUMBIX HACEKOMOMY
AMUHOKMCJIOT, HO HU JJI OMHON aMUHOKUCIIOTHI B
reHoMme Tremblaya princeps HeT MOJHOTO Habopa re-
HOB, TPEOYIOIIMNXCS ST OCYILIECTBIICHUS €€ CUHTE3a.
Kusymas BHytpu 1. princeps 6axkrepust Moranella en-
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dobia B cBoeM reHoMe (ero pa3mep 538294 niH) umeer
TeHbl, JOIOJHSIONIEe HEKOTOPble CUHTETUYECKUE
MyTH aMUHOKHUCJIOT TpunTodaHa u TpeoHWHa. B To
Ke BpeMsl B CHHTe3e (peHWIalaHWMHa, apTUHUHA U
W30JIeHIIMHA, BEPOSITHO, MPUHUMAIOT yJacTUe Ipo-
JIYKTBI TEHOB HE TOJIbKO IBYX 3TUX OaKTepUii, HO U re-
HOB xo03s1Ha [17].

V nucrob6aomexk (Hemiptera, Psillidae) — Haceko-
MBbIX, TaKXKe IMUTAIOLIMXCS COKOM PAaCTeHUIA, BbISIBJICH
obmuraTHBIN cuMOuoHT Carsonella ruddii. C. ruddii ot-
HOCUTCSI K FTaMMa-TIpOTe00aKTepUsIM 1 TIpU pa3MHOXKe-
HUU XO3sMHA TiepenaeTcsl TpaHcoBapuajibHO. B Tene
HAaCEKOMOTO GaKTepHs KOHIIEHTPUPYETCS B CIIEITNAITb-
HBIX opraHax — 6akrepromax. CoBnaneHue pujioreHe-
TUYECKUX NIePEBbEB BUIOB JINCTOOJOIIEK (XO35€B) U
IITAMMOB (WX BUIOOB) MX OOJMIAaTHBIX CUMOMOHTOB
CBUJIETEJILCTBYET O TOM, YTO CUMOMO3 YCTAHOBUIICS 10
JIMBEPTEeHIIMU TaKCOHOB BHYTpU ceMmeiicTBa Psillidae
[18, 19].

I'enom C. ruddii — onyH U3 caMBbIX MEJIKHUX Cpeau
OakTepuii, B HEM COXPaHWIOCH JMIIb 182 OTKPHITHIE
paMKU cYMThIBaHUS. OTCYTCTBYIOT WJIW IETpaiupoOBaIv
reHbl perumkauvu JHK, tpanckpumimu, tRNA-cuH-
TeTa3, pudoCoOMaIbHbBIX O€JIKOB U Ap. YTpadyeH U Psif
reHOB OMOCHHTE3a aMUHOKHUCIIOT, TaK YTO CYIIECTBO-
BaHME XO3sIMHA, OYECBUAHO, O0OEeCIIeunBaeTCs U APY-
rumu cumoroHnTamu [20]. ABTOpBI, OIMCABIINE 3TOT
TeHOM, COMHEBAIOTCSI, MOXHO JIM KineTku C. ruddii
CUMTaTh “XMBBIMU KjiaeTKamMu”’. Bo BCSIKOM ciyuae,
C. ruddii sBnsieTcs IpUMEpPOM KpaliHe JajIeKo 3ale/ -
et peayKiIMOHHO 9BOJIOLIMU CUMOMOHTA.

Ecnu Hacekomble, TUTAIOIIMECS COKOM pacTe-
HU, UCOIBITHIBAIOT HEXBATKYy aMUHOKUCJIOT, TO IS
KPOBOCOCYIIUX BUJOB B IeUIIUTE BUTAMUHBI, KOTO-
pPBIMM KX CHAOXarT CUMOMOTHMYECKUE OaKTepuu.
Cpeny KpoBOCOCYIIMX HaceKOMbIX HauboJiee U3Be-
cTeH cuMbuo3 Myx pona Glossina ¢ 6akrepueit Wig-
glesworthia glossinidia. Myxu ueue, pon Glossina
(Diptera: Glossinidae), SIBISIIOTCSI IEepeHOCYMKAMU
MaTOTeHHBIX JJI YeJoBeKa M XUBOTHBIX TPUITAHO-
coM. CumbuonToMm Glossina morsitans U IPyrux BU-
JIOB 3TOTO poja siBisieTcs 6aktepusi Wigglesworthia,
OTHOCHIIAsicsl K ramma-mporeobakrepusMm. Wig-
glesworthia cHabGXaeT CBOEro Xo3siMvHa BUTaMUHaMU
B-xkomruiekca. YnajieHue cMMOMOHTA U3 OpraHM3Ma
MYX BbI3bIBA€T UX CTEPUIHLHOCTb.

OTMmeuyeHO coBIageHue (UIOTeHU  BHUIOB
(IITaMMOB) XO3sIMHA WM IIapa3uTa, YTO CBUIETEIb-
CTBYET 00 OITHOM aKTe 3apaxkeHus npeaka poga Glos-
sina 1 00 OTCYTCTBUM TOPU30HTAJIBHOIO II€peHOca
cumbuoHTa [21]. BpeMsI BOBHUKHOBEHUSI CUMOM03a
OIIEHMBAaeTCs, TT0 MeHbIIei Mepe, B 50 MitH JeT [22].

B tesne Myx 6akTepr 0OHaApY>KMBAIOTCS B LIUTOILIA3-
M€ KJIETOK-0AaKTepUOLIMTOB B OaKTepuoMe, KOTOPBIiA
MpujieraeT K IIepeaHeil 4YacTd IMIIEeBApPUTEIEHOTO
TpakTa. B mokoyieHusIx X03si1MHa CUMOMOHT HacJIeIyeTcsI
10 MAaTEPUHCKOI JIMHUU, OMHAKO TIepeaacTcd He TpaH-
coBapuanbHO. Myxu Glossina pa3MHOKaIOTCS XKUBO-

3AXAPOB, TOPAYEBA

pOXIeHNEeM: ITUIMHKA pa3BUBAETCs B TeJIe MaTepu U
MMUTAETCSI CEKPETOM TaK HAa3bIBAEMOM MOJIOYHOM Ke-
Jie3bl. Bo BHyTpeHHEI OJIOCTH 3TOM 3KeJIe3bl, BHEKIIC-
TOYHO, OOHapyKeHbI OakTepuun Wigglesworthia, KoTo-
phIe 1 3apazkaloT pa3BUBAIOLIYIOCS JUYMHKY [23, 24].

V nocrensHoro kiona Cimex lectularius (Hemip-
tera, Cimicidae) B G6akTepruoMe OOHapyXKeHa CUM-
onmotnueckast 6akrepust Wolbachia. B 3HaunTEIIFHO
MEHbIIIEM KOJIMYeCTBE OaKTepusl HailieHa B SIMYHU-
Kax. YigajieHue 6akTepuud NmyTeM J00aBJIEHUS B UC-
KYCCTBEHHBII1 KOpPM aHTUOMOTHUKA BBI3bIBAET CTE-
PWIBHOCTb HACEKOMOTO, 3 BHECEHVE B KOPM BUTAMU-
HOB BOCCTaHaBIMBaeT (GepTUbHOCTh. O4eBUAHO,
uto Wolbachia, 0OBIYHO IJIs1 MHOTHX JPYTUX HACEKO-
MBIX SIBJISIIOLIASICS. KOMMEHCAJIOM WUJIU PeNPOAYKTUB-
HbIM MapasuToM (CM. HUXe), B cumbuose ¢ Cimex
lectularius mproGpesia HOBOE CBOMCTBO U CTaja IIpo-
IYLIEHTOM HEOOXOAUWMBIX HAaCEKOMOMY BUTAMWHOB
[25]. TIpu aHanu3e reHoMa CUMOMOHTA TTOCTEIbHOTO
KJI0Ta BBISICHWIOCH, UTO 3Ta JUHUS (MU BUIL) BOJIb-
0axuu, B OTVIMYUE OT APYrUX JUHUU DTOU OaKkTepuu,
WMEEeT OMEepoOH cuHTe3a OuoThHa. [IprobpereHue
oIepoHa MPOU30ILIO B pe3ybTaTe TOPU30HTAIBLHOTO
IIEPEHOCA, BO3MOXHO, OT APYIMX CUMOMOTUYECKUX
OakTepuii, Takux Kak Cardinium hertigii (CUMOUOHT
Mmapa3suTU4YeCKoO ocChl) mim Rickettsia (CHMOMOHT
kiewa Ixodes scapularis) [26].

PEMPOJAYKTUBHBIN MAPASUTU3M
N EI'O MEXAHWU3MbI

PenponykTUBHBEIMUM TTapa3suTaMy HAa3bIBalOT CUM-
GUOHTOB, KOTOPBIE UBMEHSTIOT CUCTEMY PAa3MHOXEHUS
XO3sIMHA TaKUM 00pa3oM, YTO B CJIEAYIOIIEM OKOJIe-
HUU TMpeobsiafaloT 3apakKeHHble CUMOUOHTOM (T.c.
CHOCOOHEBIE TIepelaTh ero CIeAyIoIeMy HOKOJIEHUIO)
caMKu. B mociienHe HECKOJILKO JIeT ObUT TOCTUTHYT
3HAYUTEJILHBIM yCIeX B paciindpoBKe MOJIEKYJISIPHO-
TeHEeTUYECKUX MEXaHM3MOB, TMOCPEICTBOM KOTOPBIX
CUMOMOHT BJIMSIET HA MPOLECC PAa3MHOXKEHMUS X031~
Ha. DTU HOBBIE pPe3yJbTaThl 3IeCh OYOyT pacCMOTpe-
HBI 00Jiee MOAPOOHO.

CuMONOTUYECKE MUKPOOPTaHU3MBI CIIOCOOHBI
JIeTepPMUHUPOBATh Y WIEHUCTOHOTUX YEThIpe M3ME-
HEHUs Mpoliecca pa3MHOXEHUSI: LIUTOIIa3MaTuye-
CKYIO HECOBMECTUMOCTb, MTapTeHOreHe3, (DeMUHU3a~
o 1 anapouua (male-killing) [27—32]. ITockoabKy
JITo0oe U3 yKazaHHBIX U3MEHEHUI MOXHO paccMar-
puBaTh KakK (OpMy aHTAarOHUCTUYECKUX OTHOIIEHUIA
MUKPOOPraHU3Ma C XO3IMHOM, TIPU KOTOPOM CTpajga-
eT JIMOO BCe MOTOMCTBO XO3sIMHA, JUOO MOTOMCTBO
MY3KCKOTO TT0j1a (CUMOMO3 COIPOBOXKAAETCSI OTCYT-
CTBHEM MYXXCKOTO MOTOMCTBa Y MH(MULIMPOBAHHBIX
CaMOK), 3TM M3MEHEHUsI PenpOAYKIIUU MOIYyYUIN
Ha3BaHUE PEMPOIYKTUBHOIO MapasuTusMa. TepMUuH
“penpOnyKTUBHBIN NMapasuTu3M”’, IpeIIOKEeHHBII B
90-e ronsl XX B. — B HAYaJIbHbBII IEpUO MCCIET0Ba~
HUI penpOaYKTUBHBIX CUMOUO30B, IIIUPOKO UCITOIb-
3yeTcs 110 ceil AeHb U BeChMa TOYEH, €CJIM paccMar-
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pUBaTh CIEU(PUKY B3aMMOOTHOIIEHUI XO3sMHA U
CUMOMOHTA Ha OpPraHU3MEHHOM ypoBHe. OgHaKO Ha
MOIYJIILIMOHHOM YPOBHE ITOCJICACTBUSI U3MEHEHUIA pe-
MPOAYKIIWH MO BIUSHUEM MUKPOOPTaHU3Ma JOJIKHbI
OLICHUBAThCS KaK MyTYaJIMCTUYECKUE, TTOCKOJIBKY BO3-
HUKAIOIIWA CABUT B COOTHOILIEHUH TOJIOB B CTOPOHY
CaMOK B MH(ULIMPOBAHHBIX PEPOAYKTUBHBIMU OAKTE-
PUSIMU TIOITYJISIIUSIX XO3SIMHA BCJISACTBUE aHAPOLINIA,
napreHoreHe3a 1 GeMUHM3ALUMN TTI03BOJISIET OBICTPO
HapalliBaTh YMCIIEHHOCTh IOITYJISIIUM U U30eraTh
MHOpuIWHTA, 3((EKTUBHO NepepacripencsisiTb pe-
CypChI B IIOJIb3y IIOTOMCTBA MH(PUIIMPOBAHHBIX Ca-
MOK, oOecIrieyrBas MOTOMCTBY HpPEUMYIIECTBA B
KM3HECITOCOOHOCTH 1 KOHKYPEHTOCITIOCOOHOCTH.

PenponykTUBHBIN Tapa3suTU3M OMUCAH y TIpel-
CTaBUTEJNICH TpeX Hanuboiee MHOTOYMCIIEHHBIX KJIac-
COB YJICHHUCTOHOTMX — Y PaKOoOOpa3HBIX, MayKoo0-
pa3HBbIX U HaceKOoMbIX. [IpyM HEBBICOKOM BHIOBOM
pa3zHOOOpa3uu PEeNpPOAYKTUBHBIX CUMOMOHTOB OHM,
TeM He MeHee, IIPeICTaBIeHbI KaK Ipo-, TaK U dyKa-
puoTtamu. PazHooOpa3ue mpoKapuoTUIeCKUX pernpo-
JIYKTUBHBIX CUMOVOHTOB (DOPMUPYETCSI B OCHOBHOM
3a cUeT OaKTepuil U3 TPeX KPYITHBIX TAKCOHOMUYE-
ckux rpynn — Proteobacteria, Tenericutes u Bacteroi-
detes. Wolbachia n Rickettsia mpencTaBisiior o-Pro-
teobacteria, Arsenophonus — y-Proteobacteria. B2017r.y
KOKOCOBOTO XXyKa Brontispa longissima Obl1a 0OHapyKe-
Ha 3HIOCUMOMOTHYECKAsT O-IIPOTEO0AKTEpHsI, AeTep-
MUHHUPYIOIIASI Y CBOETO XO3SIMHA IWTOILIa3MaTHde-
CKYI0 HECOBMECTUMOCTh M MPEICTABJISAIONIAsT HOBYIO
Kkiany o-Proteobacteria [33]. Cardinium hertigii siBnsiet-
cs1 OakTepueii u3 mopsiaka Bacteroidales (tum Bacteroi-
detes). Spiroplasma, Kak y>Ke TOBOPWJIOCH BbIIIIE€, OTHO-
cutes K Kiaccy Mollicutes (tun Tenericutes). K cero-
IHSAIIHEMY [HIO OOHApy:XeH JIMIIIb OIWH BHPYC,
JeTepMUHUPYIOIIUIA HapylleHUe perponyKIuu —
no3nHuil anapouun [34]. Cpeau syKapuTHYECKUX
OpTaHMU3MOB M3MEHSTH PENPOMYKTHBHOE IIOBEde-
HUE YJIEHUCTOHOTUX CIIOCOOHBI MUKPOCIIOPUINU U
HeMmaToapbl. JJlaHHBIE IO Pa3HOOOpPa3UI0 PEHPOIYK-
TUBHBIX CUMOMOHTOB 1 MX X035€B IIPUBEICHBI B PSI-
e 0630poB [35, 36].

I'eHeTMyeckue acmeKThl B3aMMOISMCTBUS MapT-
HEpOB 110 CUMOMOTHUYECKOII cUCTeMe Hanbojee aK-
THUBHO M3YYalOTCs IJISI HACEKOMBIX 1 MX OaKTepuii; B
JajibHelileM OyayT paccMaTpuBaTbCsl UMEHHO 3TU
CUCTEMBIL. 371eCh XOTEI0Ch OBl CIIELINAIbHO OTMETUTD,
YTO I0JIsI BUOOB HACEKOMBIX, Y KOTOPBIX OaKTepuu
UHAYLUPYIOT PEenpoOayKTUBHBIE 3(@EKTHI, CyIle-
CTBEHHO MEHBbIIE OOJM WH(MHUIMPOBAHHBLIX 3TUMU
OakTepusaMmu BuIoB. HammpnmMep, n3BectHO, yTto Wol-
bachia 3apaxaer okoyio 40% BUIOB Ha3eMHBIX YJie-
HUcCTOHOTMX [37], mpH 3TOM y OOJBIIMHCTBA BUIOB
OHa, 110 BCeil BUANUMOCTHU, U3MEHSIET HE THUII PeIlpo-
IYKIWU, a BAUSET Ha afanTallMOHHbIe BO3BMOXKHOCTHU
xo3siuHa [38—48].

CJICI[yeT 3aME€TUTDb, YTO USMECHCHMUA PEIIPOAYKIINN
HACEKOMBIX ITOJI IEMCTBUEM CUMOMOHTA BHE 3aBUCUMO-

TEHETUKA TtomM 56 Ne 6 2020

623

CTHY OT TAKCOHOMMWYECKOI MPUHAIJIEKHOCTHU MOCTIENHE-
rO TIPEACTABJISIIOT Pe3yJIbTaT B3aMMOACHCTBUSI MUKPO-
OpraHM3Ma C reHeTM4eCKOl CUCTeMOI JeTepMUHALIUU
ToJjia X03siMHa, KoTopasi QyHKIMOHUPYET KaK hepapxu-
YecKUi Kackaj TeHOB, B KOTOPOM T€Hbl NMEPBUYHBIX
CUTHAJIOB BapuaOesIbHbI, a KIIOUEBbIE TeHbI, PacoJo-
JKEHHbIE HWXKE MEePBUYHBIX (ITPUHUMAIOIIME CUTHAJIBI
OT TIEPBUYHBIX T€HOB), BICOKO KOHCEPBATUBHBI. [ €HbI
TMEePBUYHBIX CUTHAJIOB MOTYT OBITh ITPeCTaBIeHbI TeHa-
mu Manbix PHK (piRNA) 1160 6e/10K-KOaTupyroImMu
reHaMM, CLEIUICHHBIMM ¢ X- JIMOO Y-XpOMOCOMOM
[49—52]; mpu KOMILIEMEHTapHOM MeXaHU3Me OIlpe-
JIeJieHrs] ToJjla TIEPBUYHBIM CUTHAJIOM, WHULIMUPYIO-
LM Pa3BUTHE IO XXEHCKOMY THITy, MOXET ObIThb reTe-
PO3UTOTHOCTh MO TeHYy complementary sex determiner
(csd) [53, 54]. KnoueBbIMU TeHaMM KacKama JIeTep-
MUHAlIMM T0Ja SIBJISIIOTCS TeHbl transformer (tra) u
doublesex (dsx); anbTepHATUBHBINM CIUIAMCUHT TIpe-
MPHK »Tux reHOB NpuBOAUT K TPAHCSILIMU CHELIM-
(GUYHBIX 1151 KaXKI0To MoJjia MPOAYKTOB U MOCJIeIyI0-
et mmostoBoit muddepernmuanum |55, 56]. Kackamgbt
(GYHKIIMOHUPYIOT Ha OCHOBE BeCbMa BaprabebHbIX
Yy HAacE€KOMBIX XPOMOCOMHBIX CHUCTEM OIpeaeeHUsI
mosia: Myxckoit (XX/XY) n1ubo KeHCcKoii rerepora-
vun (ZW/Z27Z vim Z0O/7Z7), My>KCKOI1 TeTeporaMuu
6e3 Y-xpomocombl (XX/XO), rarulonumnjaiouadu, a
TakKe 6os1ee peAKUX CUCTEM oTlpenesieHus rona [S57].
OueBUIIHO, YTO U3MEHEHUSI PEerpOayKIMU TPenrno-
JlaraloT BMeIIaTe/IbCTBO CUMOMOHTA B TEHHbIE KacKa-
ITBI IeTepMUHAIIAY TToJIa X03sTmHa [58—61] 1 TpebyoT
pPa3BUTUS Y CUMOMOHTA CHELMAIM3MPOBAHHONH MO-
JieKyJasspHoil maimHepuu. COBOKYMHOCTb YX€ W3-
BECTHBIX NaHHBIX CBUIETEILCTBYET O CYIIECTBOBa-
HUWMU B psifie clydaeB CrieM(pUuIecKruX MOJAEKYISIPHBIX
MEXaHU3MOB paclio3HaBaHUS OaKTEpUSIMU TOJIa XO-
3sHa. [ToHMMaHWe HEKOTOPBIX MOJIEKYISIPHBIX M€-
XaHU3MOB B3aUMONEHCTBUSI MapTHEPOB ObLIO 10-
CTUTHYTO JIMIIIb B CAMbI€ MOCJEAHUE TOAbI U TOJIBKO B
OTHOIIIEHUU IBYX 3((EKTOB — aHIpoLuIa U LIUTO-
IU1a3MaTUYECKOil HECOBMECTMMOCTU. MoJeKysip-
HO-T€HETUYECKUE MEXaHU3MBbI, 3a CYET KOTOPBIX
cUMOMOTUYECKUE OaKTepuu MHAYLUPYIOT (heMUHU-
3allMI0 W TIapTeHOTeHe3, JO HACTOSIIEro BpeMEeHU
OCTAalOTCSl HEBBISICHEHHBIMU. B T€X HEMHOTOUMCIIeH-
HBIX CJy4yasix, KOrjaa yaaBajaoch UASHTU(MULIMPOBATD
¢akTopbl BUPYJIEHTHOCTU PENPOAYKTUBHBIX CHUM-
OHMOHTOB, OKa3bIBAJIOCH, YTO COOTBETCTBYIOIIIME T€HbI
acCOLIMUPOBAaHbI C MOOWJIbHBIMU 3JIEMEHTaMU Oak-
TepuajlbHOTr0 TeHOMa, YTO MOATBEPXKIAeT poJib IMO-
CJIEIHVMX B BO3HUKHOBEHUHU CIIEUMU(PUUECKUX OCO-
GeHHOCTEM GaKTepUaTbHBIX JIUHMM [61, 62].

Andpouyuod

AHOpouna, B aHIJIOSI3BIYHOM JTUTEepaType Ha3bIBa-
eMbrii male killing, ssBiIsieTcs M3MEHEHHMEM pPeIIpo-
JIYKLWAUY, IPU KOTOPOM OaKTepUs UIACHTUDUINPYET U
M30MpaTeIbHO YOMBAeT CaMLIOB. AHAPOLIYI OKa3aJICs
MEepPBBIM “HEOOBIIHBIM” PEITPOIYKTUBHBIM (P PeK-
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TOM, BO3HMKAIOIIMM IIO BJIMSHUEM IIMTOILIAa3Ma-
TUYECKUX CUMOMOHTOB, OMUCAHHBIM Y HAaCEKOMBIX
[30]. CrtocoOHOCTh K MHAYKIIMY aHAPOLIM/Ia OIT1Ca-
Ha 11 OakTepuil M3 pa3sHBIX TaKCOHOMMWYECKMX
rpynn — y Spiroplasma, Rickettsia, Wolbachia, Arseno-
phonus [30—32, 63—65]. [10CKOJIBKY 3TO U3MEHEHNE
PETIPONYKIINY Pa3BUBAETCSI Y HACEKOMBIX C pa3jind-
HBIMU CUCTEMaMU IeTEpMUHALIMY I10JIa — C MYXCKO
M XKEHCKOM reTeporaMmei, a Takxke ¢ My>KCKO reMu-
3UTOTHOCTBIO 10 X-XpoMOcoMe [66], ero MexaHU3MBbI
pa3JINYHBI.

I1pu angpoiuae B3pocyioe MOTOMCTBO MH(MPULIMPO-
BaHHBIX LUTOIIA3MAaTUYECKUMM CHUMOMOHTAMHU Ca-
MOK YMEHBIIIEHO BABOE II0 CPABHEHUIO C YHCJIOM OT-
JIOXXEHHBIX SIMIL U COCTOUT TMOJIHOCTBIO WX MPEeruMy-
IIECTBEHHO M3 0CO0eil XXEHCKOIo I10JIa, ITOCKOJIBKY
caMIbl TMOHYT Ha TOM WJIM WMHOW CTaauy IIperMaru-
HaJIbHOTO pa3BuTHs. CyllIecTBYIOT AB€ (POPMBI aHAPO-
yaa: paHHUR 1 no3aHui. PaHHMIA aHOpOLIMI UMEET
MECTO B SMOPMOHAJIFHOM Pa3BUTUM JIMOO Ha ITEPBBIX
JIMUMHOYHBIX cTamusx. ['nbenb caMlioB Ha ITO3IHUX
JIMYMHOYHEBIX CTAAMsIX, JIMOO Ha CTaIUU KYKOJIKU SIB-
JISIETCSI OCOOCHHOCTBIO ITO3MHETO aHIPOIIMIA. DBOIIO-
LIMOHHOE 3HAaYCHME paHHEr0 aHAPOLUAA O0CYKIaeTCsI
B CBSI3M C MepepacrpeleicHUEM PECypCcOB B MOJIb3Y
caMOK, n30eraHrueM MHOPUIMHTA 1 BO3HUKHOBEHM-
€M CIBUTa B COOTHOIIICHUY ITOJIOB B CTOPOHY CAMOK B
MH(PUILIMPOBAHHBIX PENPOAYKTUBHBEIMU OAKTECPpUSIMU
MOMYJIALMIX X03drHa [67, 68]. DBOMIOLIMOHHOE 3Ha-
YyeHue TO3AHEero aHapoLuaa 10 KOHIIa He MTOHSITO.

Ha mnonynasuimoHHOM ypoOBHE aHIpPOLMI, IIPUBO-
JIUT K COBUTY B COOTHOIIICHUY IIOJIOB B CTOPOHY Ca-
MOK, IPUYEM TaKoe OTKIOHEHHE OT HOPMAaJbHOTO
COOTHOILIEHUS TT0JI0B 1 : 1 MOXeT HOCTUTaTh 3KCTpPe-
MaJibHBIX 3HaYeHUii. Tak, B 2001 r. B momyisiiumy 6a-
oouexk Hypolimnas bolina o-Ba Camoa Ha 100 camok
IIPUXOIMIICS ONMH caMell, 1 99% camMoK ObLIM MHPU-
mupoBaHbl Wolbachia. Takoe cOOTHOIIIEHHE IIOJIOB
nomaepxkuBaaoch okojio 100 jger (400 mokoJieHMit)
[69] 1, BepOSITHO, COMMPOBOXIAIOCH 3HAYUTETHLHBIM
CHIDKEHUEM YPOBHS BHYTPUIOMYJISIIUOHHOM W3-
MeHYMBOCTH. OTBETOM Ha aHAPOIN, CTAJIO OBICTPOE
pacripocTtpanenue B nepuon ¢ 2001 mo 2006 r. B 1o-
nyiasuuun H. bolina cuenieHHOM ¢ 25-11 XpoMOCOMOI
JIOMMHAHTHOM CHUCTEMBI CYIIPECCUM, B IIPUCYTCTBUU
KOTOPO¥ BBIKMBAET YacTh WH(MULIMPOBAHHBIX BOJIb-
bOaxueil camuoB. PacmpocTpaHeHne 3TOM CHUCTEMBI
IIPUBEJIO K OBICTPOMY POCTY YMCJIa CAMIIOB, TOJISI KO-
TOPBIX K KOHIY YKa3aHHOTIO epuoaa npuoan3miach
K 50% [70].

MonekyasipHble MEXaHU3Mbl aHAPOLIMAA MOTYT
OBITh Pa3JIMYHBIMU HE TOJBKO Yy BUIOB C Pa3HbIMU
CUCTEMaMU JeTepMUHALIMHU T10JIa, HO U Y pa3HbIX BU-
JIOB C OHOM CUCTEMOI1 JieTepMUHALINY T10J1a. 3HAYM -
TEJIBHBIN MPOTPECC B MCCIIETOBAHUIX OCOOCHHOCTEH
B3aMMOJICIICTBUS ITapTHEPOB U CTPYKTYp OaKTepu-
aJIbHOTO T€HOMA, OTBETCTBEHHBIX 32 PA3BUTHE 3TOTO
deHoTHUIAa, OBUT JOCTUTHYT IJISI IBYX CUMOMOHTHBIX
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cucrteM — cucteMbl Ostrinia sp.—Wolbachia n cucre-
Mbl Drosophila melanogaster—Spiroplasma poulsonii.

B pone Ostrinia (Lepidoptera: Crambidae), Heko-
TOpBIe BUIBI KOTOporo mHunuposaHsl Wolbachia,
TeHETUUYECKO OCHOBOI MeTepMUHALIMU T10Jia SIBJISI-
eTcs xkeHckasi reteporamust (ZW/Z27).Y O. scapulalis
CaMKM U CaMIibl pa3inyaloTcs M0 OKPacKe KPbLUIbEB.
I'eHoTUIIMpPOBaHME SIUL U “paHHUX’ JTMYUHOK IMOKa-
3aJ10, YTO Ha TMpeuMarnHajJbHbIX CTaaUsIX PA3BUTHUS
COOTHOIIIEHUE T0JIOB B MOTOMCTBE WH(UIIMPOBAH-
HbIX Wolbachia camok 6113Ko K 3HadeHuto 1 : 1. Te-
HOTUIl ZZ He 0OHapyXX1BaJics y TUUYMHOK Ha YeTBep-
TOM CTaguy pa3BUTHUS U3-3a auddepeHINaATHLHON
CMEPTHOCTU CaMIIOB, JUYUHKU TIOCJHEIHEN JTUYU-
HOYHOI CTaJiuM U MMaro UMeJu XEeHCKUIl TeHOTUII
ZW. Ecim B3pocible MHQUIIMPOBAHHBIE CaMKU OO0
STALIEKIIAIKY TIOTyJasiv ¢ MUILEH TeTpalMKIUH (aHTU-
OUOTUK, 3MMMUHUpYommit Wolbachia), n3 OTIOXeH-
HBIX MMM SIMILL Pa3BUBAIMCh KaK MHTEPCEKCHI, TaK U
HOpMaJIbHble caMKU U caMilbl [71—73]. MHTepcekchl
OKa3bIBAJIMCh T€HETUUECKMMU caMllaMU: HECMOTPsI Ha
MO3auW4HbIiA (PEHOTUII, MX KPbUIbSI MMEIU YETKYIO
CTPYKTYpY C LIBETHBIMM CEKTOPAMU MYKCKOTO U KEeH-
CKOTO TUIIa, HO KJIETKU BCEeX TKAHEU Hecsu aABe Z-Xpo-
MOCOMBI.

M3yyeHue TpaHCKPUIILMU KJIIOYEBOTO TeHa dou-
blesex (dsx) xackanma neTepMHUHALIM IT0JIa TI0KA3aJIo,
yto y O. scapulalis TIpouCXOOUT ajdbTepPHATUBHbBIN
CIUIAMCUHT TpaHCKpUIITa Osdsx, KOTOPbIii MPUBOAUT
K TIOSIBJIEHMIO TpeX pasIMyaloluxcs Io pasMepy
nsodopM Osdsx™, Osdsx™ wn Osdsx™. Wsodopma
Osdsx™ cnietnduryna s caMuoB, u30¢opMbl Osdsx!™
u Osdsx®S obHapyxeHbl y camok [74]. Y HeuHdULmpo-
BaHHbBIX HACEKOMBbIX THUII CTUIAICUHTa COOTBETCTBYET MX
TEHOTUITY: Y CaMOK OOHapyXHBaIOTCSI U30(OPMBI
Osdsx™™ n Osdsx'S, Torga kak y camuoB — uzodopMma
OsdsxM. Y Bcex mHGUIMpoBaHHEBIX Wolbachia ocobeit
BHE 3aBHCUMOCTU OT UX T'eHeTudecKoro rnona (ZZ
win ZW) crijlailcMHT Tpackpurita Osdsx MpOXOAUT 10
JKEHCKOMY THUITy, YTO COIpOBOXAaeTcs (heMUuHU3a-
LMel reHeTuYeCcKMX caMuoB (ZZ). Y ocobeii, BhLIe-
yeHHbIX oT Wolbachia, crinaiicMHT OCYILECTBIISIETCS
IO MY>KCKOMY THITY, YTO COIPOBOXKAAETCS MACKYJIH-
HU3aluei reHeTu4ecKuX camok (ZW) nmociie aiuMu-
Hanuu 60aktepun. B 11000M M3 ONMMCAaHHBIX CIy4acB
KOH(MIMKT KapWoTWUIIa M THUIA cIutaiicuHara Osdsx
MPUBOJIUT K rUOen SMOPUOHOB/JIUUYUHOK, Y KOTO-
pPBIX HE COBITQAAIOT FeHETUYECKU U (PeHOTUMNuUIe-
cKwuii o [59].

HekoTtopoe moHuMaHue MEXaHU3MOB, BOBJICUCH-
HbIX B EpeKJII0YEeHe TUIIa CIUIaliCUHTa, MOSBUJIOCH
TOJIBKO MOCJI€ MacIITaOHbBIX UCCIENOBAHUMN CUCTEMBI
JeTepMUHALIMU T10J1a Y IPYTOro MpeacTaBUTEIsI OTPsI-
Jla Y4elyeKpbUIbIX — TYTOBOTO Iejkonpsina Bombyx
mori. DTN NccaenoBaHNUs ObLIN 0000IIEHBI B 0030pe
[75]. Y B. mori Ha W-XpoMocoMe caMOK pacrioJjiara-
ercs reH Feminizer (Fem) [76]. Feminizer xogupyer
piPHK — manyio PHK minHoii 29 Hyk1eoTunosB, CBs-
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3pBafonIyocst ¢ PIWI-6enkom. OOpa3oBaBmmiics
komIuiekc pacueruisier MPHK mackynuHusupyiolie-
ro reHa Masculinizer (Masc), cuerIeHHOTO ¢ Z-Xpo-
MOCOMOI1, KOTUPYIOIIETO OeJIOK, HEOOXOMMMBINA KaK
JUTIST MAaCKYJIMHU3AMK, TaK U IS JO30BO KOMIIEH-
cauuu (T.e. perpeccumn Z-CleIIeHHbIX TeHOB). Ta-
KM 00pa3oM, y B. mori TIEpBUYHBIM CUTHAJIOM JI€-
TepMUHAIIMU T10J1a SIBJISIETCSI B3aUMOACMCTBUE MEXKITY
JIBYMSI TIOJIOBBIMM XpOMOCOMaMU, OIIOCPEIOBAHHOE
piPHK B cucreme Fem piRNA—Masc.

Y O. furnacalis ren OfMasc — oproJjor reHa Masc
B. mori, xomnpyet 0enok Masc mmiHoi 583 amMmmHO-
KUCIOTH [60], oblagarommii MacKyJIMHU3UPYIOLIEH
aKTUBHOCTHIO [77]. 1o Bceil BUIMMOCTH, UMEHHO IeH
OfMasc sBnsiercss muitieHblo Wolbachia. Tlpn nndek-
MM cHmKaeTcs KoiudectBo MPHK rena Ha panHux
SMOpHOHANBHBIX cTanusx passutust O. furnacalis, 9TO
TIPUBOINT K CTIeIU(PUIECKON SMOPUOHAITBLHOM CMEPT-
HOCTU CaMIIOB M3-3a OTCYTCTBUSI JO30BOI KOMIIEHCA-
muu [60]. UnenTtudukanus B OyayimeM CTPYKTYp re-
Homa Wolbachia, xoHTponupylomx ypoBeHb Masc
MPHK xo03sg1Ha, 1O3BOJUT MOJIHEE OOBSICHUTH, Ka-
K1M 00pa30M IMPOUCXOIUT B3aUMOICIICTBHIE TEHOMOB
npu aHapouuae 1on BimsganeM Wolbachia y gemrye-
KPBUIBIX.

CTpyKTypbl, OTBETCTBEHHBIE 3a MHIYKIIMIO aH-
Ipoluyaa, ObUIM UASHTU(MULIMPOBAHbBI B TEHOME JIPY-
roii 6akrepum — S. poulsonii, KoTopasi IeTepMUHU-
pyeT anapouun y D. melanogaster [61]. Angpouun
MO/ BIMSIHUEM CTIMPOIIa3Mbl BIIEPBbIE ObLIT ONMUCaH
y Drosophila B 50-¢ ronw1 [78]. Jlunus S. poulsonii
MSRO-H99 (melanogaster sex ratio organism) n3ou-
paTeJibHO YOUBaeT caMllOB B paHHEM dMOpHUOTeHE3e.
Cry4daifiHoe IIOSIBJICHHE B JIaOOPAaTOPHOI KyJIbType
Drosophila myTaHTHOII 0aKTepMalbHOM JTUHUM, BbI-
3pIBaoleid HenoHbIU aHapouua (MSRO-SE), nipu
KOTOPOM BBIKMBAET OKOJIO IIOJIOBUHBI CHIHOBEM MH-
GUIIMPOBAaHHBIX CAMOK, ITO3BOJIMIO WICHTUMUIIN-
poBaTh I'eH, OTBETCTBEHHBIN 3a TMbOesib 0co0eit MyK-
CKOTI'O I10J1a, KOTOPHKI, BEPOSITHO, PACIIOJIOXKEH Ha
nnasmunae Spiroplasma 1 njis1 KOTOPOTO OTCYTCTBYIOT
TOMOJIOTY B T€HOMAaX APYIUX aHIPOLMIHBIX OaKTe-
puii. I'en komupyer Genok u3 1065 aMUHOKHUCIIOT,
uMeIunii ankupuHoBbie TToBTOpsl 1 OTU (ovarian
tumour) n1eyOMKBUTUHA3HYIO 00JacTh. beok Obu1 Ha-
3BaH SPAID (S. poulsonii androcidin). CtpykTypa 6enka
SPAID, Haymmuue y HeTo aHKUPWHOBBIX TIOBTOPOB U e~
YOMKBUTUHA3HOM 0O0JIaCTU MO3BOJISUIM IPEAIioJiaraTh,
YTO OH (DYHKIIMOHUpPYET KaK PEeryJIsITOPHBIA OeI0K U
orocpenyeT 0eJKOBbIE B3aMMOICHCTBHS C KJIIETKOI XO-
3siHa. JIokyc Spaid B IMHUM C HETIOJIHBIM aHAPOLIUIOM
UMeJT Ieielnio pa3MepoM 828 ITH, BCICACTBUE YEro y
MyTaHTHOTro OejiKa okasajach motepsHa C-TepMu-
HaJibHas TuapogoOHas ooacts. C MCMOMb30BaHUEM
cucteMbl Gal4—UAS 6BL10 ITOKa3aHO, YTO 3KCIIPEC-
cus Spaid npuBoauT K nuddepeHInaaIbHOi rudenm
caMIIOB, HO He 3aTparnuBaeTr caMok [61]. B am6puore-
He3e IIPU TPaHCTeHHOM 3KcIpeccun Spaid IoBTOPSI-
JIUCh LIMTOJIOTUYECKUE NEe(PEeKThl, XapaKTepHbIC s
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aHIpouMaa II0I BIUsIHUEM Spiroplasma. B MyXXcKmux
AMOpUOHAX HAOMIOOAIMCh HEIpPaBWIbHBIN arloIlTo3,
MUIIIEHBIO KOTOPOIO OKa3bIBAJIMCh 3MOpPHOHAIBLHBIC
SMIUTENNAIIbHBIC KIIETKU, U HETTPaBUIIBHOE (hOpMUPOBa-
HUe (MTOPOKU Pa3BUTKsI) HEPBHOM CHUCTEMBbI, TIpEACTaB-
JISIIOIIYIE Pa3IMYHBIE LIUTOIEHETUYECKIIE MEXaHU3MBI
[61,79, 80]. Ha kiieTouHOM YpOBHE . poulsonii BbI3bIBa-
sa moBpexaeHue JIHK m nedekThl cerperaiiny My-
CKOI X-XpOMOCOMEIL. DKCIPECCHUsI COIIPOBOXKIAIACH
00pa3oBaHUEM XPOMOCOMHBIX MOCTOB W HETPaBUIb-
HBIM paclipeieJICHEM XpOMOCOM, B TOM YUCJIe HaJIU-
yrieM (pparMeHTapHBIX XpOMOCOM I10cJIe MUTO3a. JIoKa-
JI3aLMS TOBPEXACHUI TTepeKphIBAIach JJOKATU3alIUei
MSL-06enKoB, SIBJISIOIINXCS CTPYKTYPHBIMU 2JIEMEHTA-
MM KOMIIeHCcaTopHOro kKomruiekca (MSL-1, MSL-2,
MSL-3, MLE u MOF) [81], xoTOpbBIii y CaMIIOB
D. melanogaster TpebyeTcsl Nl 1O30BO KOMIIEH-
calluM — TUIIEPIKCIPECCHU X-CHEMJICHHBIX T'€HOB.
SPAID gacto oOHapy:XuBaJIicSI B SIIpe B TOM XK€ Me-
CTe, 4TO 1 Komrieke MSL.

[Mockonbky Spiroplasma He yOuBaeT MyXKCKHUE dM-
OpPUOHBI, €CJIM y HHUX OTCYTCTBYIOT KOMITOHEHTHI
MSL, HO yOuBaeT caMOK, Y KOTOPBIX 3KCIIPECCUPY-
€TCsl TOT KOMILIEKC, €€ MUIIIEHBIO MOTYT OBITh Kak
HerocpeacTBeHHO caM MSL-koMiuieke, Tak U Io-
clenywolie MoauduKaluuu XpoMaTUHA, KOTOpbIe
OCYIIECTBJISIIOTCS C yU4acTHeM 3TOro KOMILIEKca.

Bricokylo (PYHKLMOHAIBHYIO 3HAUYMMOCTh B
SPAID nmMmeioT aHKUPUHOBEIE TIOBTOPHI, TTOCKOJIBKY
TpaHCTEeHHasl SKCIIpPeCcCHsI JIOKyca C Aejeluneit noMe-
Ha aHKUPUHA HE COMPOBOXIAECTCS THOEIBIO MYXK-
CKUX SMOPHUOHOB, XOTS MPOIYKT TeHa U OOHAPYXKU-
Bajicd B syipe. MOXHO IIpeariojiaraTb, YTO IOBTOPHI
aHKMpUHA B3aUMOIEHCTBYIOT ¢ KoMILIeKcoM MSL
WIN C TOCISAYIOIINMU MOAU(MUKAIIUSIMUA TUCTOHOB.
ITpu sxcnpeccuun Spaid 6e3 nomeHa OTU rubenb
caMIIOB MIPOMCXOAMJIa, HO Ha OoJjiee TO3IHEM 3Tare
pa3BUTHUS — HAa CTAIWU KYKOJIKM, a He Ha BTOPOI JIN-
ynHouHOi cTtaguu. OTU-goMeH crmocoOCTByeT J10-
kamu3auuu SPAID B siope, mockoiibKy 6estok SPAID
B orcyrcTBre OTU-moMeHa B sape He oOHapyKUBajI-
cs [61].

CpaBHeHHEe LHMTOJOrMYeCcKUX 3ddexToB Spiro-
plasma 'y D. melanogaster n Wolbachia y D. bifasciata
CBUIETENILCTBYET O PAa3IMYHBIX MEXaHM3MaX WHAYK-
oy aggpolaa [82], BO3HUKIIETO HE3aBUCHUMO B
pa3HbIX OaKTepUaJIbHBIX IpyINax, Kak U IIpeaioja-
rajoch paHee [83].

Ilapmenoeenes

WNunynmpyeMplii 9HTOCMMOMOHTAMHU TTapTeHOTe-
He3 TOATBEpPXKAEH WISt 54 BUIOB WICHUCTOHOIUX,
npudyeM B 39 ciydasx oIlpenencHa OakTepus, ITOIH
e CTBUEM KOTOPOI MPOUCXOIUT 3TO UBMEHEHUE pe-
npoaykuuu. B 56% mapreHoreHe3 WHAYLIMPYETCS
Wolbachia (y 30 BumoB), B 13% — Cardinium (y cemu
BUIOB) U B 4% — Rickettsia (y nByx BunoB) [84]. I1o
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MHeHu1o Ma u llIBanaep [36] ouenku mist Wolbachia
BO3MOKHO 3aBBIIIECHBI U B OYAYyILIEM MOTYT CHUKATh-
CsI, MOCKOJIBKY BO MHOTUX MCCJIESIOBAHUSIX TECTUPO-
BaHMeE TTPOBOIMIIOCH TOJILKO Ha Wolbachia, Ho He Ha
JIpyrue 0aKTepuu.

OIHUM U3 TJIABHBIX OMOJIOTMYECKUX MTPESUMYIIIECTB
MapTeHOreHe3a SIBJISIETCSl yCKOPEeHUEe TeMIla pa3MHOXe-
HUSI M1 BO3MOXKHOCTB OBICTPOTO YBEIMYCHMSI YMCIICHHO-
CTU MOITYJISILMU. B OONBIIMHCTBE ClIydaeB MHAYLIMpPYe-
MbIii CUMOMOTUYECKUMU OaKTepUsSIMU ITapTEeHOICHE3
MIIPUBOINT K ITOSIBJICHIIO B IOTOMCTBE MH(MUIIUPOBAH-
HBIX CAMOK TOJIBKO JOoYepeit U Ha3bIBAeTCS ““TeJIUTO-
kust”. “bakrepranbHasi” TEJIUTOKUS MOXET pa3BU-
BaTbCs IO NeiiCTBUEM Tpex bakTepuii — Wolbachia,
Rickettsia nm6o Cardinium, a TAKCOHOMHYECKOE pa3-
HooOpa3re HACEKOMBIX, Y KOTOPbIX OHAa M3BECTHA,
BeChbMa HEBEJIMKO 1 OrpaHUYMBAECTCS BUAAMU U3 OT-
psomoB Hymenoptera u Thysanoptera.

IluToreHeTyeckre MeXaHM3Mbl COXPAaHEHMsI/BOC-
CTAaHOBJICHUSI AUTIIOUINU TIpU TTapTeHOreHe3e Heemnu-
HOOOpa3HBI ¥ IMEIOT pas3INIHbIC TTOCICACTBYS IS Te-
TEPO3UTOTHOCTH TIOTOMCTBA. [€TepO3UTOTHOCTD TTOJI-
HOCTBIO COXPAHSIETCSI Y IOTOMKOB ITPU MUTOTUYECKOM
TmapTeHoreHe3e — (PyHKIIMOHAIBHOM aroMuKcuce. [1o-
CKOJIbKY TIpM aITOMUKCHCE Melio3a He IIPOMCXOIMT,
TTOTOMCTBO OKa3bIBaeTCs MICHTUYHBIM CBOC MaTepu.
ANoOMUKCHC IPOUCXOOUT y ockl Neochrysocharis formosa
mox mevictBueM Rickettsia [84]. OmHako B OOIBIITMHCTBE
CJIydaeB MOATBEPXKICHHOTO UHIAYLIUPYEMOTO SHIOCUM-
OMOTIYIECKUMM OAKTepUSIMU TTapTeHOTeHe3a Y HaceKo-
MBIX OH HAcCTyIaeT Tociie Meiiosa. [pm ayroMmkcuce,
MOIUMUKALIUSIMU KOTOPOTO SIBJITIOTCSI LISHTPAJIbHOE 1
TEPMUHAIBHOE CIIUSTHUS, Y TIOTOMCTBA COXPAHSIETCS Te-
TEPO3UTOTHOCTB, TOTNA KaK MPU TaMeTIIeCKO YT~
KalliM TTIOTOMCTBO OKa3bIBaeTCsI MOJHOCTbIO TOMO3U-
TOTHBIM. AYTOMUKCHC TIO TUITY TEpPMUHAITBLHOTO CITH-
STHUSI OMMCAH TOJILKO IJISI OCBI Aphytis metilaspidis,
XOTSI SHAOCUMOMOHT Y 3TOTO XO3sIMHA IO CUX TTOP He-
u3BecTeH [85, 86]. AYTOMUKCHUC MO TUITY LIEHTPAJIb-
HOTO CJIMSTHMSI OTTMCaH y oc pona Encarsia i CBsi3aH ¢
Cardinium [87—89]. B O0JbIIMHCTBE UCCIIeTOBAaHHBIX
cIyJaeB MapTeHOTeHe3 HACTYIIaeT MOCJIe BOCCTAHOB-
JICHUSI TUTUIOMINY B pe3yibTaTe TaMeTUUECKOM IIy-
TUIUKALMKU 1 accouuupoBaH ¢ Wolbachia (ionpoOHO
paccMoTpeHo B [36]).

CyIIecTBYIOT HEKOTOPBIE TOHKHE pa3InJIus B I~
TOJOTHMYECKUX MEXaHM3MaX TaMeTHIECKOM TyTIIKa-
muu. Y oc usd pona Trichogramma — T. pretiosum,
T. deionnu T. nr. deion, a Takxe y ochl Leptopilina clavi-
pes TUTUIONIN3AIINS TIPOUCXOOUT U3-3a HApYIICHMS
cerperamyu IBYX XpOMOCOMHBIX HaOOpPOB B IEPBOit
MuUTOoTHYecKol aHadase [28, 89]. Y ocwl Muscidifurax
uniraptor 3a HOPMAJIBHOU IEPBON MMTOTUYECKOM
a”adazoii ciaemnyeT CIMSHUE TIEPBBIX MUTOTUUECKHUX
smaep [90].

HecMoTpst Ha 3HaYUTENbHBIE YCWINSI, MEXaHU3-
MBI IapTeHOTreHe3a, MIPOUCXOASIIEIO IO BAUSHUEM
OaKTepnH, OCTAIOTCS HEBBIICHEHHBIMMU. Y TaIIOIUTLIO-
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WIHBIX BUIOOB 3HIOCHMMOMOHT, BO3MOXHO, CIIOCOOEH
JUIDIOMAM3UPOBATh raIUIOMAHbBIE HEOIIOMOTBOPEHHEIE
SIi11a, KOTOPbhIE 3aTEM Pa3BUBAIOTCS B CAMOK ITOJ, BIIMSI-
HHEeM MeXaHM3Ma CUCTEMbI JIeTepMUHALIAM IT0J1a X031~
Ha [91]. B 2015 r. 6bUTH MOSTyYeHbI SKCIIEpUMEHTATbHbIC
JIaHHbIe 111 Asobata tabida, mo3BoyuBIITE CHOPMYIII-
pOBaThb OPUTMHAJIBHYIO TUIIOTE3y ABYXCTYIIEHYATOTO
MapTeHOreHe3a, B COOTBETCTBUM C KOTOPOM HIOCUM-
OMOHT CHavaJla UHULIMUPYET AUTIIOMAN3ALIMIO, 4 3aTeM
3aITycKaeT (heMUHUM3AlUI0 TIepBOHAYAIBHO TrarlToW/I-
HBIX SIULI, TpAYEM 00a Ipoliecca — TUTLIOUAU3alvs 1
¢eMuHM3aLMSA, MO BCEH BUIAUMOCTH, SIBIISIIOTCS
IJIOTHOCTHO3aBUCUMBIMU [92]. Takoil ABYyXCTyIIE€H-
YaTbli MapTEeHOIeHEe3 UMEET MECTO, MO KpaitHel Me-
pe, y aByx BunoB oc — 1. kaykai i A. tabida (92, 93].
OnHako BepOsITeH U albTepHATUBHBIA MEeXaHW3M, IIpU
KOTOpPOM OakTepusl (DeMUHU3UPYET ralvIOuIHbIC SIIa,
JUTUTOMAN3ZUPYIONIAECS 3aTEM MO BIUSTHUEM JIMOO
3TOi GaKTeprH, IMOO XO3sIMHA [J151 TOTO, YTOOBI HE BO3-
HUKAJI0 KOH(MIMKTAa MEXAY IUIOMIHOCTHIO M TIOJIOM.
MexaHu3M (heMUHU3ALMHA C TTOCEeIYIOIIEN TUTUTOUI-
3alMeii, BO3MOXHO, peanusyercs y oc E. hispida. Y 3to-
T'o BUa IIOTOMCTBO caMOK, MH(UIIUpoBaHHLIX Cardin-
ium, mocje o0pabOTKMN MX aHTUOMOTHUKAMM COCTOSIIIO
W3 IUIJIOMIHBIX CaMlIOB, IPUYEM CHIHOBbBSI BCeTIa
OKa3bIBAJIUCh CBOOOMHBIMU OT OakTepum [94]. Dr1oO
o3HayaeT, uto Cardinium 1mbd0 BOCCTaHABIIMBACT OU-
IUIOUINIO B HEOIUIOZOTBOPEHHBIX SIMIIaX OYEHb PAHO
B OSMOpHoOreHe3e, MO0 HEe yIaCTBYET B BOCCTAHOBJIC-
HUY OUIDIOMIHOIO COCTOSIHMSI. MexXay TeM UMEHHO
BOCCTAaHOBJICHHUE NUIUIOUAUU SIBISCTCS KIIIOUYEBBIM
COOBITHEM, IIO3BOJISIIOIIMM OIIPEACIUTh PEIPOaYK-
TUBHBIN (heHOTUTI, BOZHUKawIIU y E. hispida non
neiicrBueM Cardinium. Ecnu 6akTepusi Bce Xe BOCCTa-
HaBJIMBAET JUIJIOUINIO, TO PENIPOAYKTUBHBIN 3(pheKT
Cardinium MoOXeT OBITb omnpedeieH KaK WHIYKIIMS
MapTeHoreHe3a (rarioMaHble caMIlbl ITPeBpalIlalTCs
B IUIUIOMIHBIX CAMOK) €CJIM AUILJIOUIMUSI BOCCTaHAB-
JMBaeTcs He nion BiussHueM Cardinium, TO permponyK-
TUBHBIM 3(deKToM OaKTepuu SBJIsIeTcI (PEMUHMN3A-
111 B CTPOTOM CMBbIC/IE (IUIUIOMIHBIE CAMIIbl Pa3BU-
BalOTCS KakK (pyHKIIMOHAIbHBIE caMKK). Bo3HuKIee
3aTpydHEHHE MNOOYESPKUBAET TECHYIO CBSI3b MEXIY
IBYMSI PEIPONYKTUBHBIMU (PEeHOTUIAMHU, KOTOPBIE
YacTO PacCMaTPUBAIOTCSI KaK JUXOTOMUYECKUE.

Demunuzayus

@demMyuHU3aLMSI — 3TO MpeBpallleHre TeHeTude-
CKMX CaMIIOB B (P€HOTUITMYECKUX (PYHKIIMOHATBHBIX
caMok. MeMUHU3ALUS — JTOCTATOYHO PEAKOE SIBJIC-
HUe B MUpe HaceKoMbIX. OHa ornucaHa JjIs 1ByX Oa-
Oouek U3 cemeiicTBa OelstHOK — FEurema hecabe mn
E. mandarina (Lepidoptera: Pieridae) u nj1st nukagox
Zyginidia pullula (Hemiptera: Cicadellidae), y koto-
pBIX pa3BuBaeTcd noa BaustaHueM Wolbachia [95—99].
Ecnu Bo3neiicTBre OaKTEpUU HE TTPOAOIIKASTCS TN -
TeJIbHOE BpeMsl, (peMUHU3ALIMS MOXET ObITh HEIOJ-
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HoIi. B aTOM citydae pe3yabraTtoM heMUHU3ALINH CTa-
HOBUTCSI TOsIBJIEHUE MHTEPCEKCOB [96].

JaHHbIe O IMTOJIOTUYECKUX U MOJIEKYJISIPHO-TE-
HETUYECKUX MeXaHu3Max (peMUHU3aluuu He3HA4Yu-
TenabHbl. Y Eurema mandarina Wolbachia Hapyliaet Ha-
cJieioBaHue XeHCKol Z-xpoMocoMbl. CaMku, UHGbU-
mpoBaHHbIe TuHMe Wolbachia wFem ¢ reHOTAIIOM
70, OTKJIaIbIBalOT OIUIOAOTBOPEHHBIE IUTUIOUIHbBIC
Sii1a, B KOTOPBIX COAEPKUTCS TOJIBKO OfIHA Z-XpOMO-
coMma, ToJTydeHHast oT oTua. Bropoii pyHkimeit bakre-
puum sBisieTcss pemMuHu3anus B Takux Z0 JUHUSIX, KO-
TOpasi IPOMCXOAUT IO TOKa HEBBIICHEHHOMY MOJIEKY-
JIIPHO-TEHETUYECKOMY MEXaHU3MYy, NpPU KOTOPOM
KEHCKUU (heHOTUIT MHOUIUPOBAHHBIX SMOPUOHOB
pa3BUBaeTcsl B pe3yJibTaTe CIUIaliCUHTa dsx MO XKeH-
ckomy tutty (EmdsxF) [100].

Llutoysornyeckre M MOJIEKYJSIPHbIE MEeXaHU3MBbI
dbemunuzauuu y Zyginidia pullula He BbISICHEHBI. Y
WHTEPCEKCOB HAOJFOMAIOTCS M3MEHEHUS TaTTEPHOB
METHJIMPOBAHMS, KOTOPHIE MPOUCXOAAT IO MYKCKO-
My THUITy Y MHTEPCEKCOB ¢ CEeMEHHUKAMHM U TI0 XKeH-
CKOMY THUTTY Y MHTEPCEKCOB ¢ SIMIHUKaMu. [latTepH
METUJIUPOBAHUS TI0 MYKCKOMY TUITY aCCOLIMMPOBaH
CO CHUXXKEHHOM TIOTHOCTBIO Wolbachia [99, 101].

llumonxtawvzamwecxa;z Hecoemecmumocmas

IluTonnasmatnyeckass HecoBMmecTumocTh (ITH)
4acTO paccMaTpuBaeTCs Kak yCJIOBHas MYXCKasl CTe-
PWIBHOCTh. DTO HapyllIeHWe PEMPOAYKLIMA BOZHUKAET
JIM0O0 TIPU CKPeIIBaHNY MH(PUIIMPOBAaHHBIX OAKTEpH-
sIMU CaM1IOB C HEMH(UITMPOBAaHHBIMU CaMKaMU (OTHO-
HalpaBJieHHasl LMTOIIa3MaThdeckass HECOBMECTH-
MOCTb), JINOO MPU CKPEIIMBAHUM POIUTENIEN, HECYIIIX
pa3nyHble 6aKTEpUATbHbIE TMHUY (ABYHAIIpaBIeHHAas
LIMTOIIa3MaTu4eckasi HECOBMECTUMOCTh). [luTornasz-
MaThuyeckasi HECOBMECTUMOCTh TIPOSIBIISIETCST Y A~
IUIOUAHBIX BUJIOB B TMOEJIM TTOTOMCTBAa OT HECOBME-
CTUMBIX CKpeIIUBaHMUIi, a Y TalUIOAUIUIOMIHBIX BU-
JIOB JIM0OO B ribesiv MOTOMCTBA, JIMOO B MOSIBJIEHUU B
MOTOMCTBE OT HECOBMECTUMBIX CKPEIIIMBAHUI TOJb-
KO caM1I0B. DddeKT BnepBble ObLT 0OHAPYXKEH Y KO-
MapoB C. pipiens [27]; ceityac uuTOIIa3MaTudeCcKasi
HECOBMECTUMOCTb OIMcaHa s TMpeacTaBuTeleit
BCEX OTPSIAOB HaceKoMbIx [102].

K mnyknmm LHHH crmoco6nubr Wolbachia w Cardini-
um. KiertoyHble (peHOTUIBI, BO3HUKAIOIIYE MO, BIU-
SIHEM 00eux GakTepuii, OKa3bIBAIOTCS YAUBUTEIBLHO
noxoxxnmu [103, 104]. B nx ocHOBe j1ezkaT HapyIIeHUS
IIEPBOTO0 MUTOTUYECKOIO NEJIEHUsI 3UTOThI: OTMEda-
FOTCSI aCUHXPOHHOCTh BCTYIUIEHUSI MATEPUHCKUX U
OTLIOBCKHX XPOMOCOM B IT€PBbIii MUTO3 1 aHOMAaJIbHAS
cerperaiysi XpOMOCOM, COITPOBOXKIAIOIIASICS TTOSIBJIC-
HUEM XPOMOCOMHBIX MOCTOB C MOCJEAYIOIUM 00pa-
30BaHMeEM aHeyItouaHbIx suep [103, 105, 106]. He-
CUHXPOHHOE BCTYIUICHUE POJUTEILCKMX HAaOOPOB B
MEepPBBLIA MHUTO3 OKA3BIBAETCS BO3MOXHBIM B CHUITY
YHUKAaJbHOI OCOOEHHOCTHY BepeTeHa ejieHusI (TOHO-
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MEpPUYECKOro BEepeTeHa) HACEKOMBIX, B KOTOPOM C
OTLIOBCKMMU ¥ MaTepUHCKUMU XpOMOCOMaMU B3au-
MOJEICTBYIOT pa3jin4YHble MUKPOTPYOOUYKM, U XPO-
MOCOMHBIE HAOOpPBHI OKAa3bIBAIOTCS pa3aeaecHHBIMU
dusuyecku B MeTadase 1 aHadase 1M3-3a HEITOJTHO-
CTBIO pachaBlleiics siaepHoit odonouku. I1pu uro-
MJ1a3MaTUYEeCKOl HECOBMECTUMOCTU MAaTEPUHCKMIA
XPOMOCOMHBIN HA0Op 3MOPHUOHOB YCIEIIHO MPOXO-
IUT cTaguu MeTadasbl 1 aHada3bl, TOra Kak OTLOB-
CKH1€ XpOMOCOMBEI He pa3aeisioTcss B MeTadase 1mbo
pa3nesiioTCs ¢ 3aro3aaHueM M 4acTO HeIlPaBUJIbHO
[104—106]. T1opa3utenpHOE CXOICTBO ITPOHYKIIeap-
HOIl aCHMHXPOHHOCTM M aHOMAJIBHOM cerperanuuu
XpPOMOCOM, AETCPMUHUPYEMBIX 000OMMH CHMMOMOHTA-
MU, TIO3BOJISIET IIpeanoaaraTh, 4YTo, HECMOTPS Ha u-
JIOTeHEeTIEeCKOoe paccTossHue, pasnensiomiece Wolba-
chian Cardinium, i CBUIETEIHLCTBA HE3aBUCUMOI 3BO-
mouun IIH, obe 0akTepuu ONMHAKOBO BJIMSIOT Ha
MPOLIECC MUTO3a B OY€Hb PAaHHEM Pa3BUTUM SMOPHO-
HOB, BO3BMOXKHO, 32 CYET CPOJICTBA K KOHCEPBATUBHBIM
MOJIEKYJISIPHBIM MUILIEHSIM cBoux Xxo3sieB [104, 107].
Pasymeercst, ¢dpeHoTtnmniel, BeI3BaHHBIe Wolbachia n
Cardinium, MOTYT UMETb U pa3HbIe TCHETUYECKIIE OCHO-
Bbl. He3HaunTeIbHBIC pa3anyust MexXay (peHOTUIIaMU
KacaloTcsl MOMEHTA OCTAaHOBKHM Pa3BUTHSI SMOPHOHOB.
IIpu uuToruIa3aMaTUYeCKO HeCOBMECTUMOCTU y Dro-
sophila ion nevictBuem Wolbachia okono 50% smM6pro-
HOB OCTaHABJIMBAIOTCSI B Pa3BUTUY B pAHHUX MHTPABU-
TEJUTMHOBBIX MUTO3aX, OCTaJIbHbIe — JINOO Ha CTaauU
CUHTHIIMAIBHOM OJlacTogepMbl (okKojiao 6%), nu6o
HEIIOCPEACTBEHHO IIeped BBUIYIUICHHMEM (OKOJIO
43%).Y oc N. longicornis u N. giraulti ocTaHOBKa pa3-
Butus 70 1 65% 5MOGPUOHOB COOTBETCTBEHHO ITOM
BaustnueM Wolbachia TIpoMCXOOUT TIOCHE IIEPBBIX
MUTO30B. Y N. giraulti okono 30% >MOpHOHOB TOCTH-
raloT CTaauM OJaCTONEPMBI, XOTS UX KJIIETKU UMEIOT
npu3Haku aHeyruiounuu [108]. Y oc E. suzannae 3M-
OpuoHbI, MHpULMpoBaHHbIe Cardinium, TakKe He
3aBepIIalT 3MOPUOTreHEe3, KOTOPBIM Y HUX CHJIBHO
3aTSIHYT 110 CPaBHEHUIO ¢ HEMHMUIIMPOBAHHBIMU
SMOpHUOHAMHU, HO MOTUOAIOT TOJBLKO Mepe.l BHLIYII-
JIEHUEeM U3 SIUll, BEPOSITHO M3-3a HAKOIUICHUS Jie-
(eKTOB, BO3HUKIINX B MNEPBBIX MUTOTUYECKUX He-
neHusax [104].

HeszaBucumeblit KOHTpOJb Tiepexona oT MeTadasbl
K aHada3ze MaTepUHCKOM 1 OTLIOBCKOM ITOJIOBUH IEp-
BOIO0 MUTOTHUYECKOIO BEpETEeHa HECJICHUS Y HACEeKO-
MBIX OOBSICHSIET MCXOAbI PA3BUTUS TIPU LIMTOIIa3Ma-
TUYECKOU HECOBMECTUMOCTH Y TaIUIOAUILIOUIHBIX U
JUTUIOUIHBIX BUJIOB HACEKOMBIX. Y TaruIOgUILIONI -
HBIX BUJIOB MIPU CEPbE3HBIX HAPYIIIEHUSIX KOHIEHCA-
LMX OTLIOBCKOI'O XpOMaTHHA I10CJIe IEPBOr0 MUTO3a
MOPGOJIOTUYECKY HOPMAIbHBIM OKa3bIBAETCS TOJIb-
KO OIHO aapo (48%), 13 KOTOPOro 3JIMMUHUPOBAH
OTLIOBCKMI1 TEHOM U 13 KOTOPOTO BIIOCJIEACTBUM pa3-
BUBAETCS TaIUIOMOHBIN camell. Takoil MCXOM LIMTO-
I1a3MaTUYECKOU HECOBMECTUMOCTH OIMCAH JJIST OC
N. vitripennis. HeripaBuiabHasl cerperauusi OTLOBCKO-
ro XpoMaTMHa B 00a sIpa MOCJE€ MepBOr0 MHUTO3a



628 3AXAPOB, TOPAYEBA

MPUBOAUT K aHEYIJIOMAUY O00UX siep U, KaK clef-
CTBME, SMOpUOHAaJIbHOI rmbenu moromcTBa. Takoi
TUIT HECOBMECTUMOCTU XapakTepeH Wisi oc N. longi-
cornis m N. giraulti, a Taxxe onsa E. suzannae. Y nu-
IUIOUAHBIX BUJIOB HACEKOMBIX, TAaKUX KaK KOMaphl
C. pipiens, raryiouHble SMOPUOHBI, KOTOPbIE MOTYT
MOSIBJSATBCS TIOCJIE MIEPBOTO MUTOTUYECKOIO Jesie-
HUS, HEXKM3HECIIOCOOHbI, TO3TOMY PE3YJIbTATOM 11~
TOIUIa3MaTUYECKO HECOBMECTMMOCTHM Y TaKUX BU-
JIOB SIBJIsIETCS SMOPUOHaIbHASI CMEPTHOCTbD.

®enorunt 11H, Bo3HMKatOMMiT BCIEACTBE MOIM-
¢dukamu orHoBckoro xpomaruHa (Modification —
Mod), MoxKeT OBITh CYIIPECCUPOBaH, eC MHOUILIMPO-
BaHHbIE CaMI1Ibl CKPEIIIUBAIOTCS C CAMKaMU, HECYIIMMU
TaKylo Xe OaKTepualbHYIO JMHUIO. B 3TOM ciyuae
OTLIOBCKHE XPOMOCOMBI IMMOJIHOCThIO KOHIEHCUPYIOT-
Ccsl U HOPMaJILHO pacxonsTcsl B aHadase, pe3ysabTa-
TOM Yero CTAaHOBUTCSI TTOSIBJIEHUE XXU3HECTTOCOOHBIX
sMm6puroHoB [105, 106, 109]. deHOMeH, TIpH KOTOPOM
sia ”HOUILIMPOBAHHBIX MaTepeit CyrpeccupyloT Ae-
¢eKThl KOHASHCALIMU OTIIOBCKOTO XpOMaTuHa, U3Be-
cTeH Kak “cnacenue” (Rescue — Resc) 1 onmcan mst
Wolbachia. B ipupone Hab 0garoTCsS Bce KOMOMHA -
uuu Mod u Resc, Ho komOuHaiust Mod+/Resc+ sB-
JIsieTcsl Hanubosiee ob1Ieli, ClIOCOOHOI KaK BhI3bIBAaTh
IIH, Tak n cmacatb ot Hee [110].

Jlasg oOBSICHEeHMSI IMTOINIa3MaTUYeCKON HECOB-
MECTUMOCTHU OBLJIO MPEAIOXEHO HECKOJIBKO TUIIOTES;
JIy4llle BCETO C YYETOM MOJIEKYJISIPHBIX JaHHBIX (pe-
HoMmeHosoruio ITH omuceiBaeT Momeab 3aMKa-KITiO-
ya/TOKCUHA—aHTUIIOTa, TEPBOHAYAILHO TIpeljio-
keHHast XepctoM B 1991 [111]. B cooTBeTcTBUU C
9TOI MOIEJbIO: 1) YHKIIMY 3aMKa 1 KJIIoYa TeHeTH-
YeCKH Pa3JIMUHbBI; 2) CYIIEeCTBYIOT HE3aBUCHUMBbIC Ha-
Oopbl 3aMKOB M Kiroueit [112]; 3) mapbel 3aMKOB U
KJIIOUEe B3auMMOAEHCTBYIOT ONpEAeJeHHbIM WA
MPEeANIOYTUTEIbHBIM 00pa3oM; 1 4) 3aMKU U KIJTIOYU
OTHOBPEMEHHO 3BOJIIOLUOHUPYIOT/IUBEPTUPYIOT OT
obmero mpenka [112]. JlaHHBIE, TOJy4EeHHBIC IS
pa3nuuyHbIX TUuHUt Wolbachia, 1103BOASIOT TIPEAIIO-
JIaraTh, 4T0 (PYHKUMU MOIM(pHUKALIMKM W CIACCHUS
MpU LIMTOILIA3MAaTUYECKOl HECOBMECTUMOCTU BO3-
HUKAIOT 32 CYET aKTUBHOCTHU I10 KpailHel Mepe ABYX
HEe3aBUCUMBIX T'€HOB, CXOIHBIX C OaKTepHaJIbHBIMU
crcTeMaMy TOKCMH—aHThaoT [113].

DKCIepUMEHTAIbHBIE T0KA3aTeIbCTBA, MOATBEP-
KIalolMe MoJeb KiIo4ya/3aMKa, ObLIA TIOJyYeHbI
TOJIbKO B TtocienHue rogsl [112, 114] ns Wolbachia.
BeI10 MoKazaHO, YTO MHAYKLUS ILIUMTOILUIa3MaThye-
CKOIf HECOBMECTUMOCTU TpeOyeT aKTUBHOCTU T'€HOB
nByreHHoro onepoHa. I'enombl Wolbachia tiposiBisi-
IOT CTPOryIO Koppeisaiuio Mexny deHotunioMm LIH u
CTPYKTYPOIi OTllepOHa: OMEPOH MPUCYTCTBYET B T€HO-
Mme auHuit wPip, wRi, wMel, wSim, wVitB, wHa u
wAIbB, crmocooHbIx K mHAyKOnK dernoruria LHH, n
OPTOJIOTUYHEIE OIIEPOHBI OTCYTCTBYIOT Y JIMHUIA WAU,
wOo 1 wBm, He CITOCOOHBIX K UHAYKIIMY LIUTOILIA3-
MaTU4ecKoi HecoBMecTUMOCTH [112]. B pa3HbIX am-

HUSIX COXPAHSIIOTCSI TIOCJIEIOBAaTEIbHOCTh T€HOB B
ornepoHe 1 ux opueHTtalus. Ob6jiacTb, B KOTOPOIi pac-
IoJIaraeTcsi OepoH, HachlllleHa MOOMJIbHBIMY I'eHe-
TUYECKUMMU DJIEMEHTAMU, AHKMPUHOBLIMU ITOBTOpA-
MU 1 reHamu para WO.

YV Wolbachia xomapa C. pipiens TIEpBbIii T€H OIle-
poHa 6611 Ha3BaH cidA (wPa_0282), a Bropoii — cidB
(wPa_0283) [112, 114]. Bputo 1TOKa3aHO, YTO B ABYX-
KOMIIOHEHTHOM CHUCTeM€ TOKCHH/aHTUAOT OeI0K
CidB pabortaeT Kak TokcUH, a 6eynok CidA, mo Bceil
BUIAUMOCTHU, siBjsieTcsd aHTuao0ToM. CidB — 310 BbICO-
KOoCTelMaIM3UpOBaHHas MpoTeasa, colepxKaias
9YKApUMOTUYECKUII MpOTea3Hblii JAOMeH, KOoTopasi
cnenruyecku pacuieruisier youKBUTUMHOBbIE KOHb-
foratel. [TocaenoBatenbHOCTh Oenka CidB 3a mpene-
JlaMu neyOukBUTHHa3HoOTO nomeHa (DUB), npexne
Bcero N-KOHIIEBbIE OCTaTKHU, MO BCE BUIAMMOCTH,
TakKe HeoOxommMma Uit mHaykuuu IIH. B muanax,
HEeCIoCcOOHBIX K MHAYKIMU [IH, yOuKBUTUH-TTOT00-
HbIii TOMEH MpPeACTaBlIeH MEeJIKUMU yCeYeHHBIMU Op-
TOJIOTAMMU.

Ha ocHoBaHMe NOJTy4eHHBIX JAHHBIX O CTPYKTYpE U
(YHKIIMOHAJIbHBIX OCOOEHHOCTSIX oIlepoHa cidA-cidB
bexman n np. (Beckmann et al.) BeIcKa3ajiy TUIIOTE3Y
0 MoJIeKyJIsIpHOM MexaHnm3Me mHaykuuu LH [114].
ITo ux MHeHU10, 00a 6eka: CidB u CidA cekpeTupy-
101cs1 Wobachia B nipeniiieCTBEHHUK criepMaTo30ua
B cliepMaTOreHes3e 3a CYET UCTIOJIb30BaHUS CUCTEMBbI
cekpeuuu IV tuna. beakm MOryT cekKpeTrupoBaThCs
He cTporo crexuoMerpudecku 1 : 1, oenka CidA moxer
CEeKpETUPOBaThCsl OOJIbllle. YHUKAIbHOE COObITHE B
paHHEM OIUIOAOTBOPEHUY (WJIM TIO3THEM CIlepMaTrore-
Hes3e), TaKkoe KakK pa3MellleHue/3aMeHa MPOTaMUHOB,
MOXKET 3aITyCKaTh 1IEJIeBYIO JerpaJalivuio Uiu MHAKTU-
Baiuio aHtunora CidA, aktuBupysd TokcuH CidB.
MoxHo mpenronaratb, 4yrto ecau B 3urore CidB He
HEWTpaJIM30BaH OH OKa3bIBaeTCs] TOKCUYHBIM IS
pas3BuBarlIuxcs 3MopruoHoB. CidA moJkeH MonoJi-
HSITHCS 32 CUET CEKPeLUH U BHICBOOOXKIAEHWS B UH-
¢uipoBaHHOI 3apoblieBOi TMHUU. BO3MOXHO, 4TO
CidA paznaraercs obictpee, yeM CidB, yTto THIM4YHO
U151 OaKTepUaIbHBIX CUCTEM TOKCUH—AaHTUIOT.

IToCKOJIBKY TOKCUH SIBJSIETCSI 9H3UMOM, €TI0 HYK-
HO O4YeHb HeMHoro migd uHaykiuu LIH. Pa3BuBaro-
HIMecsl CIEpMaTO30M bl CBSI3aHbl OOLIEH LIMTOILIA3-
MaTu4yeckoul cetbto [115], oOpa3yemMoil KpyroBbIMuU
kaHaimamu, u CidB, mo-Buaumomy, pacrnpenensercs
BO BCEX raryiouJHbIX CIIEPMATO30U/1aX B KOJINYECTBE,
gocratouHoM i1 uHaykuuu ILH. TIlossaeHue
TpaHcaupoBaHHBIX 6e1KkoB CidA n CidB B muToruias-
M€ pa3BUBAIOLIMXCS CHEPMATO30MI0OB BO3MOXHO
TIpY JTU3KCe, MHAYHMpoBaHHOM darom WO [116].

CriaceHye MOXKET ObITh KOMITIEKCHBIM ITPOLIECCOM U
TpebOBaTh MPUCYTCTBUSI OOJIBIIETO YMCIAa KOMITOHEH-
TOB, YeM eIMHCTBeHHBIN 0e10K CidA, KOTOpHIiT B CBOIO
ouepenb MOXeT padoTaTh COBMECTHO C APYTUMHU (DaKTO-
paMM [IJ1s1 TOTO, YTOOBI IIPOTUBOCTOATD JEMUCTBUIO SH3M-
Ma neyouksutuHupoBaHus (DUB) B siine. OmHako
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craceHnue MOXET OOCTUTaThbCS M aJbTepPHATUBHBIM
IyTEeM 3a CUET pa3pyLIeHUs JJOKAJIM3allM TOKCUHA, a
TaK:Ke 3a CYeT OJIOKMPOBKM aKTUBHOCTH €TI0 CICIIM-
durgeckoro cyocrpara.

OmepoH cidA-cidB, ckopee Bcero, SIBIISIETCS He
€IMHCTBEHHOM CTPYKTYPOI1, CITOCOOHOM K MHAYKIINH
IIH; npyrue ornepoHbl, BO3MOXHO, TAKXKE CITOCOOHBI
K mHayknuu storo ¢enoruna [117]. Kpome Toro,
DUB 6n11 06Hapy:xeH B reHoMe Cardinium [107], aTo
MO3BOJISIET TIPeAIiogaraTb UCIMOIb30BaHUE OaKTepu-
et aToro 6enka Kak apdekTopa A1 UHAYKIUU LIATO-
T1a3MaTHYeCKOM HecoBMeCcTUMOCTH [ 114].

OBoutolvs pa3nuuHbIX JuHuit Wolbachia niporte-
KaeT He3aBUcUMO. B mpoliecce sBOMIOIUYN B TUHUSAX
TTOCTETNIEHHO HAKAaIJIMBAIOTCSI MyTaLIUM, KOTOPHIE MOTYT
MPUBOINUTH K TIOSIBJIEHUIO CUCTEM IBYHAIpaBJIeHHOM
HECOBMECTMMOCTHU, TOCKOJIbKY B O€JIKax, peryJimupylo-
mux IH (sHanpumep, CidB u CidA), dopmupyercs
cnenUIHOCTD CBA3BIBAaHMS KJTtoda 1 3aMKa [112, 118].
B renome Wolbachia xomapoB C. pipiens oOHapy>KeHBI
reHeTuyecKast IyIjnKaluvs U TMBepPTreHILs TPearo-
JaraeMbix CI-MHAYLMPYIOIIMX OMEPOHOB, UYTO, BO3-
MOXHO, OOBSICHSIET MHOXECTBEHHYIO HECOBMECTH-
MOCTb.

CUMBHUOI'EHOMBI: UHTEI'PALIUA
IT'EHOMOB BAKTEPUAJIbHbBIX
CUMBHMOHTOB N UX XO3AEB

PaccMoTpeHHBIe BO BTOPOM pasjiesie HacTosei
CTaTbU INpPUMEPHl CUMOMO3a IEMOHCTPUPYIOT IIpe-
BpallleHne OakTepuaJbHBIX CUMOMOHTOB B CBOETO
poda opraHeJUlbl KJIETKM Xo3siuHa. ['eHOMBI OakTe-
pUM 1 HACEKOMOI'O B3aMMOACHCTBYIOT KOMIUIEMEH-
TapHO, o0ecIIeuynBast MeTabOJIMYECKIME TTIOTPEOHOCTH
cocTtaBHOro (composite) opranuszma. MHoii xapakTep
B3aMOJICMICTBUS ITAPTHEPOB HAOJIIOAACTCS B CITydastx
PEeTNPOAYKTUBHOTO TMapa3vuTU3Ma: TeHbl CHUMOMOHTA
YAaCTUYHO ITOJIaBJISIIOT, YACTUYHO ITepeCcTpanBaloT aK-
TUBHOCTh T€X T'€HOB XO3SIMHA, KOTOPbIC YIPABISIOT
€CTEeCTBEHHBIM XOJIOM pasMHoxeHMs1. Kak pesynbrar,
HACEKOMOE — XO3SIMH 0aKTepUaIbHOrO CUMOVOHTA JIM-
00 MePexXoaUT K HOBOMY THUITY pa3MHOXEHUS (TTapTeHO-
reHe3y BMECTO CTaHIAPTHOIO IIOJIOBOIO Pa3MHOXKE-
HUS), TMO0 0COOBIM 00Pa30M PETYIUPYETCS MOJIOBOI
COCTaB IOTOMCTBA — MOSIBIISIIOTCS MCKIIOYUTEIBHO
VI IPEUMYIIECTBEHHO caMKu. Takum o0pa3om, re-
HBbI OaKTEepUU MOJABISIOT UJIN MOIUMULIMPYIOT XPO-
MOCOMHBII MeXaHU3M, OIPEIE/ISIOIINA COOTHOIIE-
HUE TI0JIOB WX AeTEPMUHALIMIO PA3BUTUM MOJOBBIX
MIPU3HAKOB Y IOTOMCTBA.

Bo Bcex BBIIIEPACCMOTPEHHBIX CIIydasgx MOXKHO
TOBOPUTH HE TOJILKO O ITOSIBJIEHUU CJIOXHOTO Opra-
HU3Ma, HO U 00 00pa3oBaHMM COCTAaBHOIO FeHOMa,
4acTIMU KOTOPOTIO SIBISIOTCSI KaK XPOMOCOMBI 1 MU -
TOXOHApPUAIbHbBIIA TEHOM XO3sIMHA, TaK 1 XpOMOCOMa
CUMOMOHTAa U HEpeaKo OakTepualibHas IUIa3MUA.
Taxkoii cocTaBHOI TeHOM MOKHO Ha3bIBaTb CUMOMO-
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TEHOMOM, HCIOJb3YSI TePMUH, NPEIJIOXKEHHBINA TIe-
TepOyprcKuMu reHetTukamMu TuxoHosuyeM u I1poBo-
poBbIM [119, 120].

N.A. Tuxonosmu 1 H.A. IlpoBopoB, M3ydaromiyie
cuMOM03 KITyOeHBKOBBIX OaKTepHii (pr300uii) u 6000-
BBIX PACTeHUI, TOMYEPKHYJIM, UTO ITPY 00pa3oBaHNM Ha
pacTeHUM 0co0oii MOP(MOIOTMYECKON CTPYKTYpbl —
KJIyOeHbKa, KJIETKM KOTOPOro MPHUOOPETaIOT HOBOE
CBOICTBO — CITOCOOHOCTb (DUKCHUPOBATh a30T aTMOC(he-
pbl, UMEET MECTO KOMILJIEMEHTAPHOE B3aUMOJIEHCTBIE
reHOB pacTeHMs1 U 6akTepun. He o6beAMHUBINMCH, 00a
MapTHepa cuMOK1o3a K (hMKcalMy a30Ta He CIIOCOOHHBI.
ITpucyTtcTBytolme B KJIeTKax Ki1yOeHbKa pacTUTEb-
Hble U OaKTepHuaIbHble TeHOMbI OKa3bIBAIOTCSI MHTE-
IPUPOBAHHBIMU U UX OObEIMHEHME MOTYYUIIO Ha3Ba-
HYe CUMOMOTEHOM.

I1pu pu3obuanbHO-0000BOM cCUMOMO3€e 00a MmapT-
Hepa CIOCOOHBI K CaMOCTOSITEIbHOMY CYIIIECTBOBa-
HUIO ¥ UX CUMOMO03 — SIBJICHNE BpeMeHHOe, HE BOC-
MMpon3BOAAIICECA IMPHU PAa3MHOXCHUM XO3sdMHa, T.C.
CUMOMO03 B KaXXIOM ITOKOJICHUM PAaCTEHMS BO3HUKACT
de novo. B Tex ciryyasix, KOTOpbIe pacCMOTPEHEBI B Ha-
CTOSIIIICH cTaThe, CUMOMO3 OaKTEepUil U HACEKOMBIX
HacJeayeTCs B ITOKOJICHUSIX 1 JIMOO SIBIISIETCSI OO~
TaTHBIM JJIST 000OMX ITApTHEPOB, JIMOO TOJBEKO OaKTe-
pUHN NMNOTEPAIN CHOCO6HOCTb K HE3aBUCUMOMY OT XO-
3siMHAa POCTY U Pa3MHOXKEHUIO.

ITonsaTne cMMOMOTEHOM TaK, KaK OHO ONpencis-
€TCsI €ro aBTOpaMU, M TaK, KaK IOHUMAETCSI B HACTO-
sIeid cTaThe, SIBJASIETCS YacThlo OoJiee IIIMPOKOTO MO-
HSATUS — XOJOT€HOM. XOJIOTEHOM OIpeAesieTcsl Kak
CyMMa IreHeTUYeCKO MH(bopMaun X03siMHa U BCei
€ro MUKPOOUMOTHI, Kyla BXOIOIT KaK OOJWTAaTHBIC, B
YaCTHOCTH HACJEACTBEHHbIE, CUMOUOHTHI, TAK U MHO-
rourcieHHas MUKpodJiopa, HaXoasIasicsi B He CTOJIb
TECHOI1 accolMaliiyi ¢ MaKpoopranusmom [121].

IIpucnocobyieHne OakTepuy K KU3HU BHYTPH
KJIETKM HAaCEKOMOTI'O COMPOBOXKIAJIOCH ITOTEpeit 3Ha-
YUTEJILHOM YacTH Habopa reHOB, CBOIICTBEHHOTO ca-
NpOPUTHBIM OakTepusIM WM  (PaKyIbTAaTUBHBIM
cuMmOuroHTaMm (Tabiy. 1). PenmykiimoHHasi 3BOJIOLIMS
reHoMa B cllydae HEKOTOPBIX CUMOMOHTOB 3allljia TaK
JIaJIeKO, YTO TeHOM CMMOMOHTA OKa3bIBAa€TCS MO pa3-
MEpYy COM3MEPUMBIM C TEHOMOM XJIOPOILIACTOB — Op-
raHeJUI paCTUTEJIbHOM KIIETKH.

XoTs 3BOMIOLNS CBOOOIHO KUBYIINX OaKTEpHUil K
COCTOSIHUIO OOJIMTaTHBIX CUMOMOHTOB HAITOMHHAET
TOT IIyTh, MO KOTOPOMY IMPOU3OILIO CTAHOBJICHUE
KJIETOYHBIX OpraHesUl — XJIOPOIIACTOB U MUTOXOH-
JIpUii, MEXIY 3TUMU ABYMSI 3BOJIOLMOHHBIMU IIPO-
LieccaMM eCTh OJHO CYIIECTBEHHOE pa3Inyue. 3Ha-
YUTEIbHOE YMCIIO TEHOB IIPOTOMUTOXOHAPUI U IIPO-
TOXJIOPOIJIACTOB IEPEILIO B SIIPO 3YKAPUOTUYECKOM
kineTku. I[logoGHOro MaccoBOro mepeHoca TeHOB
OakTepHaJbHbIX CUMOMOHTOB B T€HOM HAaCEKOMBIX
He oTMeueHo. Hauboliee MIMPOKO pacIipoCTpaHEeH-
HBIIT cuMOonoHT Wolbachia mMeeT, Kak ITOKa3aHO B
Tabi. 1, CMIBHO peayLUpPOBAaHHBIN TeHoM. OmHaKo
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Taoauua 1. TeHOMbI HEKOTOPBIX CUMOMOTUYECKUX OaKTepuit

3AXAPOB, TOPAYEBA

bakrepus Pasmep reHoma, mH Yucio reHOB Xo351IuH
Rhizobium leguminosarum 8177111 7463 Topox Pisum*
Escherichia coli 4570938 4228 TennokpoBHBIE*
Spiroplasma poulsonii 1771859 2146 Drosophila
Wolbachia pipientis 1542137 1378 Culex pipiens
Wigglesworthia glossinidia 703004 611 Glossina brevipalpis
Buchnera aphidicola 638851 562 Acyrtosiphon pisum
Carsonella ruddii 162589 190 Pachypsylla venusta
Tremblaya princeps 138927 121 Planococcus citri
XJ10poru1acTbl 120000—170000 ok. 100 3esieHble pacTeHUS

* CuMOM03 (haKyJIbTaTUBHBIN; OaKTepHsi CIIOCOOHA CYIIECTBOBATh BHE OpraHM3Ma X03sIMHa.

ObLIIY BBISIBJEHBI JIUIIb OTAEJbHbIE Cllydand BKIIIOYe-
HUS (parMeHTOB reHOMa 3TOM 0aKTepUM B XpOMOCO-
MBI ee x03s1eB [122] 1, oueBUIHO, TaKre MEepPEeHOCHI
COMpPOBOXIAJIM, HO HE SIBISUIMCH (haKTopaMu CTa-
HOBJIEHUSI CMUMOMO3a.

B 5TOM OTHOIIIEHNM MTOKA3aTeJIbHO U TO, YTO, He-
CMOTpSI Ha IPEeBHOCTL cMMOMo3a 6akTtepuu Buchnera
aphidicola v Tneii, B reHoMe T/iu (ObLT U3yYE€H T€HOM
TOpOXOBOi1 TN Acyrthosiphon pisum) He ObLJIO OOHA-
PYXeHO (PYHKLIMOHAJIBHO aKTUBHBLIX I'€HOB, IIPOMC-
XOISIIMX U3 TeHOMa 3Toit 6bakTepuu [16].

B otnuuue ot uTonaToreHHo GakTepuu Agro-
bacterium tumefaciens, ClIoCOOHO IEPEHOCUTH YaCTh
CBOEro TeHOMa B XpOMOCOMBI KJIETOK 3apa*keHHOTO
€10 pacTeHHUsI, HUYEero Mog00HOro Iisi GaKTepHUallb-
HBIX CUMOMOHTOB XXMWBOTHBIX IO CUX IIOp HE OOHapy-
>KeHOo. [ eHOMBbI CUMOMOTHUYECKUX 0aKTEpU 1 UX XO-
351€B UHTETPUPOBAHBI TOJIBLKO (DYHKIIMOHAIBHO U 3Ta
MHTErpanusi He COIPOBOXIAETCS B3aUMOIEICTBIEM
reHOMOB Ha CTPYKTYpHOM YpoBHe. BoBiedyeHue B
aHaJIM3 CUCTEM CUMOMO3a ¢ 0aKTepUSIMU HE TOJILKO
HACEKOMBIX (UTO IPEUMYIIECTBEHHO OBLIO IIpeaMe-
TOM HACTOSIIIEH CTaTbU), HO U APYTUX 3HAYUTEILHO
MEHee TJIyOOKO M CUCTEMaTU4YeCKU M3YYCHHBIX XKI1-
BOTHBIX U IPOCTEUIINX, BO3MOXKHO, IIPUBEIET K OT-
KPBITUIO MPUHIUIMKUAIBHO HOBBIX SIBJICHUII B CHUM-
OMOTHYECKUX B3aMMOOTHOIIIEHMSIX.

Uccnenposanue M. A. 3axapoBa-I'e3exyca BBIIOJ-
HeHo Tpu ¢uHaHcoBoit noaaepxxke PO®U B pamkax
HaydHoTo Tipoekta No 19-14-50698 “DxcnaHcus”.
Pa6ora .M. I'opstueBoit (He SBASIETCS YYaCTHUKOM
npoekta PODU 19-14-50698 “Dkcnancusa”) moma-
nIepxaHa rpaHToM Ne 16-16-00079-I1 Poccuiickoro
Hay4yHoro (poHAA.

Hacrosiimast ctatbs He COmepKUT KaKMUX-JIM0O KC-
CJIEIOBAaHUIA C MCITIOJIb30BAaHUEM B KaueCTBE OOBEKTa
>KMBOTHBIX.

Hacrosiimast ctatbst He COmepKUT KaKMX-JIM0O0 KC-
CJICIOBAHUI C yJyacTueM B Ka4eCTBE OOBEKTa JTIOACH.

ABTOpBI 3asIBJISIIOT, YTO Y HUX HeT KOH(JIMKTA UH-
TEPECOB.
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Hereditary Symbionts: Genomes Integration

I. A. Zakharov* * and I. I. Goryacheva®* **

“Vavilov Institute of General Genetics, Russian Academy of Science, Moscow, 119991 Russia
b Moscow Region State University, Moscow oblast, Mytishchi, 114014 Russia
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The article summarizes the information about hereditary insect symbionts, i.e. about symbiotic bacteria that
live in the cytoplasm of cells and are transmitted in a number of generations transovarially, through the egg.
Cases of obligate symbiosis, in which bacteria provide the host with substances that the insect does not receive
from food (amino acids, vitamins), and cases of reproductive parasitism, in which the bacterium manipulates
the host reproduction, in a number of generations, are considered. The integration of the host and symbiont
genomes is discussed, the functional combination of which creates a combined genome — symbiogenome.

Keywords: bacteria, insects, symbiosis, transovarial transmission, syntrophy, reproductive parasites, male
killing, feminization, cytoplasmic incompatibility, parthenogenesis, symbiogenome.
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