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PaznuuHbie rpyniibsl NpoTeo0aKTepUil M IMaHOOAKTEpHii, a TaKxKe OOHOKJIETOUHBIX BOJAOpOCIeit, odopa3y-
IOIIUX 9HAOCUMOMO3bI C PACTEHUSIMU M XXKUBOTHBIMU, MPEACTABJICHbl B KAa4eCTBE MOJENEN s PEKOH-
CTPYKILMU OpraHesioreHes3a (Impeodpa3oBaHUs CUMOMOTUYECKUX MUKPOOPTaHU3MOB B KJIETOYHBIC Opra-
HEJUTbI) KaK HauboJiee sipKoro TMPOSIBJICHUSI CHMOMOTEHHOU 3BOJIOLMY, OCHOBAaHHO Ha (popMUpOBaHUY
napTHepaMu OObeIMHEHHBIX CUCTEM HaCJIeACTBEeHHOCTU. OpraHesuioreHe3 BKIIIoYaeT ClIeAyIole mpeoo-
pasoBaHus: (hakyJIbTaTUBHbIE HEHACIELyeMble BHYTPUKIIETOUYHbIE CHMOMOHTBI — OOJIMTaTHBIE HAC/emye-
MbI€ SHJIOLIMTOOMOHTBI — T€HOM-COJIepKalllie OpraHeJlJIbl — 6e3reHOMHBIe OpTraHesUIbl. DTU Tpeobpas3o-
BaHUsI COTPOBOXIAIOTCS YTPaTOii MUKPOOPraHM3MaMU TeHETUYECKO MHANBUIAYAJIbHOCTU — CIIOCOOHO-
CTM K CaMOCTOSITEJIbHOMY MOAJAEPKAHUIO U 3KCIIPECCUU TEHOMOB, BIUIOTh J0 WX MOJHOI 3JMMHWHALIMU.
CpaBHUTEIBHBIN aHATTU3 PA3IMYHBIX TPYTIT CUMOMOTUYECKMX 0aKTepHii MoKa3aj, YTO BaXKHBIM yCIOBUEM
X TpaHchopMaliMy B OpraHesuIbl (IEPBUYHOTO OpraHe/IOreHe3a) siBJISIeTCSl BHICOKAsi TeHOMHAasI TJ1aCcTUY -
HOCTb, KOTOpPasi TIposiBJIsieTcs Mpy (DaKyIbTaTUBHON 1 OOJIUTaTHOM 3aBUCUMOCTH OT X03s1eB. [J1s1 aTux 6aK-
Tepuii XapaKTepHBI HalIpaBJIeHHbIC U3MEHEHMSI TeHOMHO OpraHu3aluu (1epexo1 OT yHUTapHOTrO TUTIA Ie-
HOMa K MHOTOKOMITOHEHTHOMY M pelylIUPOBAHHOMY TUTIaM), a TAKXKE CITIOCOOHOCTh CUMOMOTHUYECKU CIIe-
LIMAJIM3UPOBAHHBIX TE€HOB COXPAaHSTh aKTUBHOCTb TPU TEPEHOCE B HEPOJICTBEHHBIE OpPraHU3Mbl. DTHU
CBOICTBa XapaKTEPHBI IS O.-ITPOTE00AKTEPUT U LIMaHOOAKTEPUi — TPEAKOB MUTOXOHAPUI U TIACTUI, HO
He BbISIBJIEHBI ¥ 3- U Y-ipoTeoGakTepuii, Bacteroidetes u Firmicutes, st KOTOPBIX, HECMOTPsI HA HAJTMYUE
MHOTOYMCIIEHHBIX SHIOCUMONOTHYECKUX (hopM, Mpeodpa3oBaHUil B OpraHeibl HE 3apeTUCTPUPOBAHO.
Y11006HOI MOAENBIO [IJI1 U3yYeHUSI BTOPUYHOTO OpraHeJJIOreHe3a, OCYIIECTBISIEMOro 3yKapuoTUUEeCKUMU
MUKPOOpPraHU3MaMM, SIBJISIOTCS quHOoIareuisaTel Symbiodinium (Alveolata), koTopsle: 1) cogepkaT XJ10-
pOIUIaCThl, BO3HUKIIIME 13 KPACHBIX BOIOPOCICii; 2) 00pa3yloT ¢ 6eCrI03BOHOYHBIMU XUBOTHBIMU BHYTPU -
KJIETOYHbIE CUMOMO3bI, B KOTOPBIX BBIMOIHSIOT (hyHKIIMM rutacTul. M3yyeHue opraHesuioreHe3a mo3BoJisi-
eT IMPUCTYMUTh K PEKOHCTPYKLIMA PAHHUX 3TAllOB CTAHOBJICHMSI 3KU3HU, BKJII0UAsl aHAJIN3 9BOJIOLIMOHHBIX
COOTHOIIIeHUI MeTaboM3Ma 1 HaciiencTBeHHocTH, a Takke JIHK- n1 PHK-renomos.

Karoueswie cnoea: opraHeuioreHe3, CUMOMOTreHe3, MUTOXOHAPUM U TUIACTUIbI, MTPOTEO0AKTEpUN U 1IM-
aHoOaKTepuH, OJHOKIIETOYHbIE BOAOPOCIH, TOPU3OHTAJIBHBINA U S9HIOCUMONOTHYSCKUI IIepeHOC TE€HOB,
JHK- n PHK-reHOMBEI.
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IIpeobpazoBaHre MUKPOOPTraHM3MOB B KJIETOU-
HbIE OpraHeIbl— MarucTpajibHbIid MyTh OMOIOTHNYe-
CKOI1 3BOJIOLINY, KOTOPBIN MPUBES K CTAHOBJIEHUIO
9YKapUOT KaK NPUHIIMIKUAIBHO HOBOTO, IO CpaBHE-
HHUIO C MPOKapuoTaMu, TUIla TEeHOMHOI opraHu3a-
uu [1]. U3ydeHure 3Toi 3BOTIOLIMU BOCXOIUT K TPY-
gaM A.C. @amunupiHa [2] 1 K.C. MepexXKOBCKOIro
[3], BriepBble OOOCHOBABIIUX I'MIIOTE3Y O BOBHUKHO-
BEHUU XJIOPOILJIACTOB pacTeHUl U3 (POTOTPODHBIX
MUKPOOPraHu3MoB. Bo3HuUKIIIasi HA OCHOBE 3TOM M-
IOTEe3bl TEOPUSI CEPUNHBIX YHIOCUMONO030B [4] 1103-
BOJISIET: @) pacCMaTPUBATh IBOTIOLIMIO SyKapuoTHJe-
CKOM KJIETKU KaK MHOTOCTaAMMHbBIN MPOLIECC BOBJIE-
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YEeHUSI HOBBIX MUKPOCUMOWOHTOB B T€HETUYECKYIO
CUCTEeMY XO3sIMHa; 0) u3ydyaTb MOJIEKYJISIDHbIE MeXa-
HU3MBI cUMOMOreHesa (B IIEpPBYIO O4Yepelb, DHIIO-
CUMOMOTUYECKUI IEPEHOC TE€HOB [5]) U MPUCTYNTUTh
K aHaJIM3y ero skojoruyeckux ¢akropon. Paccmar-
pUBas OpraHeJIoOreHe3 KakK 3BOJIOLUMOHHBIM MYTh,
KOTOPBIN CBSI3bIBAET Pa3IUYHBIE TUITHI CUMOMOTUYE-
CKUX 0akTepuil C KJIETOUHBbIMU OpraHesjaMu, Mbl
MOXEM BBIAEINUTh HECKOJIbKO 3TAlOB UX DBOJIOLUU
(puc. 1):

1) BceneHUe B apXeOThl a3POOHBIX Ol-ITPOTE00aK-
TepUii, JaBLUIMX HAYaJlo MUTOXOHApUSIM. [Ipu 3TOM
BO3HUKJIM TI€PBUYHBIE DYKAPUOTHI, COBPEMEHHbIE
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Puc. 1. INporpeccuBHast u peayKIIMOHHas 3Bojolus opraHeul. [IporpeccuBHast aBomoius opraHesn (IT80) Bkimovaet: 1)
BceJIeHue B apxeoThl (ApX) O.-mmpoTeodakTepuii (00) ¢ 00pa3oBaHUEM MUTOXOHAPUIL; 2) BCceJieHUEe B 3yKAapUOTHI (CyIeprpyIina
Uniconta) nmano6akrepuii (110) ¢ 06pa3oBaHMEM MIEPBUYHBIX (IByXMeMOpaHHBIX) rutacTun (cyneprpymnia Plantae); 3) oopa-
30BaHME BTOPUUYHBIX (copepkaT 6osiee ABYX MEMOpaH) IMJIACTU IyTeM BCEJICHUs 3eJIeHbIX WIM KPACHBIX BOJOPOCIEi B Ipe-
craButeieii cyneprpymnn Alveolata, Excavata u Rhizaria; 4) o6pa3oBaHMe TPETUYHBIX TJIACTU ITyTeM BCEJIEHUSI HECYIIIUX BTO-
pUYHbBIE TUIACTUIBI aJbBEOJISIT B reTepoTpOdHbIe (JUILIEHHbIE TIACTUI) albBEONISIThI. PeayKIIMOHHAsT 3BOJIOLMSI OpraHelT
(PDO) BkiTI0YaeT: a) yrpaTy MUTOXOHAPHUATIBHBIX TEHOMOB C 00pa30BaHUEM aHA3POOHBIX 3yKapHuoT (A3), colepKaliux THIpO-
T€HOCOMBI WJIM MUTOCOMBI; 0) yTpaTy TeHOMOB MEPBUYHBIX IJIACTUI C 0Opa30BaHUEM reTepOTPOMHBIX (ITapa3uTUIECKUX, MU~
KoretepoTpodHBIX) TipeacTaBuTeneit cyneprpymnibl Plantae (I'tl); B) yTpaTy reHOMOB BTOPUYHBIX TUIACTHA C 0Opa3oBaHUEM
reTepoTpodHbIX (MapasuTHYeCcKuX) npencraButesneii cyneprpymmnsl Alveolata (I't2); r) o6pa3oBaHue reTepoTpodHBIX AJIbBEO-
JISIT myTeM nosiHoit yrpathl tiactun (I't3). Cepoit 3a1uBKoit 0003HaYeHBI OaKTePUU C TTIOJIHOPa3MEepPHbIMUA FreHOMaMu, ITPU-
XOBKOM — BO3HMKIIIME U3 HUX OPTaHEJUIbl C pyIUMEHTapHBIMU TeHOMaMU, GeJIbIM 1IBETOM — 0e3re HOMHbIE OpraHeJLTbI.

MPENCTaBUTEIN KOTOPBIX COCTABJISIOT CYIIEPTPYITITY
Unikonta, BKII04aOIIYIO XXUBOTHbBIE 1 TPUOBI;

2) BceJieHUE B IEPBUYHBIE 3yKapHUOThI IIMaHOOAK-
TepUii, JaBIIUX HAYaJIo MEPBUYHBIM (IBYXMEMOpaH-
HBbIM) TJIaCTUAAM, XapaKTePHBIM IJISI CyNeprpyIIibl
Plantae (rimaykoduToBbIie, KpaCHBIE U 3€JIEHbIE BOJO-
pOCJI, a TaK>Ke BO3HUKIIIME U3 HUX Ha3eMHbIE pacTe-
HUA);

3) BcelleHME B BYKAapUOTHI 3€JIEHBIX MM KpPacHBIX
BOJIOPOCJIEii, JAaBIINX HA4Yajao BTOPUYHBIM (ComepsKa-
1M OoJiee AByX MeMOpaH) IIaCTUAAM, BbISIBJICHHBIM B
cynieprpynmnax Alveolata, Excavata n Rhizaria. Hekoto-
pbIe 13 BO3HMKIINX IIPU 3TOM (popM (Hammpumep, ram-
To(UTHI) C(hOPMUPOBATIU BHYTPUKIIETOUHbIE CUMOU-
03bl C JIPYTUMU aJIbBEOJISITAMU U JaJM Hadyajo Tpe-
TUYHBIM, 2 BO3MOXHO 1 YeTBEPTUYHBIM IJIaCTHUIAM.
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INomMmMO yKa3aHHBIX 3TAIlOB ITPOTPECCBHOM 3BO-
JIIOIMY 3YKApUOTUYECKOM KIIETKH, MPOVCXOAWIA U €
PENyKIIMOHHAsl 3BOJIIOLMSI, BKJIIOYABIIAS TI€PEXOMIbI:
a) a3poOHBIX (POPM K aHA’POOMO3y IyTeEM YaCTUIHOMN
WJIU TIOJTHOM yTpaThl TEHOMOB MUTOXOHIIPHUSIMH, KOTO-
pbie TpaHchopMupoBauchk B O,-4yBCTBUTEbHbIE TU-
POT€HOCOMEL 1 MUTOCOMBI; 0) (hoTOTpO(HEBIX (hOopM K
reTepoTpOoPHOCTH MYTEM TJIYOOKON PEeayKIIUU WU
MOJIHOM yTpaThl JIACTUIHBIX TEHOMOB, a MHOTIA U
caMux mactun (puc. 1).

INpuctynasg K peKOHCTPYKLMU 3BOJIOLIMOHHOTO
IMyTU, KOTOPBIN CBSI3BIBAET Pa3IUYHBIC TUITHI CUM-
OMOTHYECKMX MUKPOOPraHMW3MOB C OpraHesuiaMu
SYKAPUOTUUECKUX KIIETOK, MbI JOJIKHBI OIIPEIeIUTh
KpUTEpUM O uX pasrpanndeHusi. Huxe Oyner mo-
Ka3aHo, UTO OpraHe/UIbl, B OTJUYUE OT OOJIUTAaTHBIX
BHYTPUKJIETOUHBIX CUMOMOHTOB, YTPATUIU T€HETHU-
YeCKYI0 MHAUBUIYAILHOCTh — CIIOCOOHOCTh K TIO[I-
JIep>KaHUIO U SKCITPECCUM TeHOMOB, a MHOTIa U MOJI-
HOCTBIO JMIIeHbl nxX. OmHAKO Aaxke Ge3reHOMHEIe
OpraHeJuUIbl CHOCOOHBI OCYIIECTBIISTh CIOXKHbBIE OO~
XUMUUYECKHE MPOrpaMMbl, UCIIOJIb3Ysl TeHHbIE MPO-
nykTel (0enku, PHK), mocrymaioniye u3 mATO3015
KJIETKM-XO3sIMHA, a UHOTJA U U3 IPYTUX CUMONOTEeH-
HO BO3HMKIIIUX OpraHei [5].

IIIupoko obcyxmaeMbie B JUTepaType MOJIEKY-
JISIPHBIE ME€XaHU3MBbI OpraHeJIJIOreHe3a ObUIM M3y4de-
HbI Ha IpUMEpPaxX MUTOXOHAPUI 1 IIACTU, HAXOIsI-
LIMXCS Ha 3aBepIaIOIIUX 3Tarax 3TOTO SBOJIOLOH-
Horo mytu [1, 5]. bonee paHHuUM ero sTamam, Ha
KOTOPBIX OaKTEpUU €Ille COXPAHSUIM MOJIHOpa3Mep-
Hble TEeHOMBI, yaeJisieTcsl MaJlo BHUMaHus. B 1o ke
BpeMsI MIMEHHO 3TH 3Tallbl, Ha KOTOPHIX IIPOMU30IIeT
rnepexon CBOOOIHOXKMBYIIIMX OPTaHU3MOB K BHYTPH-
KJI€TOYHOMY CUMOMO3Y, MOTYT OBbITh JOCTATOUYHO
IMOJIHO PEKOHCTPYMPOBAHHBI Ha MpUMepax 0aKTepuid,
XapaKTepU3yeMbIX (PaKyJIbTaTUBHOM JIMOO OOJIMTaT-
HOI1 3aBUCUMOCTBIO OT 3YKapUOT-X03sieB (Tadj. 1).
st aTMx 6aKTepuii xapaKTepHa TeCHask MHTerpaius
C XO35IeBaMU: B CUCTeME CMMOMO03a TeHbl IApTHEPOB
paboTaloT CTOJb e COITaCOBAaHHO, KaK T'€Hbl CBO-
GOMHOXUBYILETO (YHUTApHOIO) opraHusma. MyHK-
LIMOHAJIbHAS MHTETpallsl MUKPOCUMONOHTOB U XO-
3s1eB, HaOIogaeMasi B cucteMax (pakyJabTaTUBHOIO U
00JIMTaTHOTO B3aUMOIEMCTBUS, CO3IACT YCIOBUS IJIST
nx 0osee TIIyOOKOM, CTPYKTYPHOUM MHTETpallui, OC-
HOBaHHOM Ha (pU3NYECKOM OOBEIUHEHUU TeHOMOB
OpraHeJuUl ¥ KJIeTKM-X03sIMHa.

a-ITPOTEOBAKTEPUH

DTa 3BOMIOLMOHHO MOJIOAAas U TeHETHYeCKU IlIa-
CTMYHAS TpyIna 0aKTeprii — OOWH M3 HanOoJiee aKTHUB-
HBIX YYaCTHMKOB OpraHeJUIoreHe3a, MaBIIMii Hayajiao
ATO-tiponyuupyommM  MUToxoHapusiM.  CoriacHO
JAHHBIM CPAaBHUTEIBHOI TEHOMUKM OHU BO3HUKIIM Ha
OCHOBE HECKOJIBKMX IPYIIT a3pOOHBIX O-ITPOTE00AKTE-
Uit OCHOBHAS YaCTh MUTOXOHAPUATEHOTO TeHOMA ObI-
J1a chOpMUPOBAHA TIPEACTABUTEIIIMU TTopsinkoB Rhizo-
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biales n Rickettsiales, a Takke (paKyIbTaTUBHBIMH a3pO-
Gamu, 6ruskumu K Rhodobacter |1, 6]. B ¢Bsi3u ¢ atum
YIOOHOII MONEJBIO JII PEKOHCTPYKLIMKA HavYaIbHBIX
STAIOB OpPraHe/UIOreHe3a MOTYT CYMTAThCS KITyOSHBKO-
BbIe OaKTEepUM (PU3001M), CIIOCOOHBIE K aBTOHOMHOMY
CYILIECTBOBAHUIO Y MMEIOIINE TTOJTHOPAa3MEpHBIE Te€HO-
MBI, a TIpY B3aUMOIEHCTBUM ¢ 60O0BBIMU PACTEHUSIMU
00pasyrolye CMMOMOCOMBI — BHYTPUKJIETOUYHBIC KOM-
MapTMEHTBI, KOTOPhIE PaCCMAaTPUBAIOT KaK BpEMEH-
HbIe N,-(OUKCHUPYIOIINE OpraHeJUIbl PacTUTEITHLHOMN
KJIETKM — aMMoHuoIuiacTel [7]. TlogoOHO opraHesn-
JlJaM CUMOMOCOMBI cofiepkat rinyboko nuddepeHm-
poBaHHBIE (POPMBI OaKTepuili — GAaKTEPOUAbI, OKPY-
XKEHHBIE BJYKapUOTUYEeCKUMHM MeMOpaHamMu. OHU
(YHKLIMOHUPYIOT B TECHOI KOOIIEpallvU C TIIacTUIa-
MU ¥ MUTOXOHIPUSIMU, 00pas3ys ¢ HUMU OObeANHEH-
HBIE ITYTU a30THO-yIJIepogHOro oomeHa. s 6akre-
pouaoB ObICTpopacTyliux pu3ooduii ceM. Rhizobiaceae
XapakKTepHa HeoOpaTuMasl yTpaTa pPernpomyKTUBHO
AKTUBHOCTH, OCHOBaHHAasl Ha (DYHKILIMOHAJIBHOM pe-
npeccuu 60Jblieiil yacTu reHoma. OHa COMMPOBOXIA-
eTCSl Pe3KUM YMEHBIIEHUEM IPOCTPAHCTBA MEXIY
Mpo- M 3YKapUOTUYECKUMMU MeMOpaHaMM, YTO Xa-
paKTepHO IJIs1 opraHesun [5].

Boinensitor aBa 3Tama 3BOJIIOLIMU PU300U, Ha
KOTOPBIX: a) MEPBUYHbBIE MeJIEHHOpacTylue pop-
MbI (Bradyrhizobium) obpa3oBaiuch U3 CBOOOIHO-
XKUBYLIUX GOTOTPODHBIX N,-DUKCATOPOB, OIUZKUX
K Rhodopseudomonas; 0) BTOpUYHBIE OBICTPOPACTY-
e opmbl (Hanpumep, Rhizobium, Sinorhizobium,
Neorhizobium u3 ceM. Rhizobiaceae) BO3HUKIMN TTy-
TeM TepeHoca sym-reHOB, BOZHUKIINUX Yy TEPBUYHBIX
pU3001ii, B MIOYBEHHBIE U ACCOLIMUPOBAHHBIE C pac-
TeHUSIMU OakTepuu [8].

HawnbGonee aphpeKTUBHBIMI peLIUITUEHTAMMU SYm-Te-
HOB SIBJISTIOTCSI arpoOakTepuy, BHI3BIBAIOIINE Y NBY-
JIOJIbHBIX PACTEHUI OHKOTpaHC(HOpMalIUIO ITyTeM Iepe-
maun B ux xpomocombl T-IIHK, Bxomsiieit B cocTaB
Ti(Ri)-ttmazmua. DT IUIa3MUIBI UMEIOT C Sym-111a3-
MUIaMU pU300Uil OOIIMpPHBIE 00JIACTU TOMOJIOTUH,
KOTOpEIE, OJHAKO, He comepxkaT sym-reHoB [9]. I1o-
BUIUMOMY, T€HHbIE CUCTEMBbI 0Opa3zoBaHus N,-buK-
CUPYIOIIMX KJIYyOeHBKOB M OHKOTpaHcdopMaluu
BO3HUKJIM y 3TUX OaKTepuil HE3aBUCHUMO, a 3aTeM
9BOJIIOIIMOHUPOBAIN Ha OOIIEM I'€eHETUIEeCKOM (ho-
He, 4TO OO0eCHEeYMIO IIMPOKOE PacHpoCTpaHEHUE
CUMOMOTHYECKOM cucTeMEI B ceM. Rhizobiaceae.

i mepBUYHBIX pU300MIA XapaKTEpHO BO3pacTa-
HEe TeHOMOB (0T 5—6 MJIH ITH Y Rhodopseudomonas no
7—10 miH 1iH y Bradyrhizobium), CBSI3aHHOE C yBeande-
HUEM MX aKILECCOPHBIX YaCTeid, UYTO BBI3BAJIO PE3KOE
pacimpeHue maHnreHoMmoB [ 10]. Y BroprmaHbIX pr300mit
ceM. Rhizobiaceae BbIsSIBICGHBI MHOTOKOMIIOHECHTHbBIC
T€HOMBI, KOTOpPbIE B JIOMOJHEHNE K XPOMOCOMAaM CO-
JIepXaT KpyIHble PeIUIMKOHBI (MeraruiasMuibl, Xpo-
MUIIBI), HECYyIlIMe KJIacTephl Sym-TreHOB. AIanTUBHAsI
3HAYMMOCTh TaKOM peopraHu3alvii, I0-BUAMMOMY,
OIIpENIE/ISIETCST TIOBBILIEHHONH MOOWIBHOCTBIO Symi-Te-



I[TPOBOPOB

18

HIIL )QE.—000L 1oBLEeLd

-09 eWOHAI doweed 20gs0N7 WAOD XUMAGMKOHTOQOED £ 4 "(2B0RIqOZINY ) nrgoend  Xi9Hhrdold,, BT I9Hdaredex ‘19rMWodx U I9TUWERIIIRION QUITTEXX A0 ‘I9NOHAI JAI9HLHOH
-OLIWOMOIOH]IA "HIIL ()0SS—000S — (Spuouopnasdopoyyy) aoxradu xiaHLBOdad XU A “HIIL ()] O] —00(, LOIBLEaRLO0d 90WOHAI [adaneed (wniqo2iyidpo.g) nmngoend  XIIHRUEdOLL,, £ .

pjjozy (s91B201S0N))
wx(HLLL 00SS) SMuHLodoLeL NNdarIeQOHRHUII
QIIHHeIOdUTIAToJ BUTRONMNUG-IN BBHhOLJIMOHY WI9HTOYg QIYHhOLALMOIOH A aD]]0OZD 20ISON
(eureziyy) (S9[822000I9UAS)
(HILLL 0O0T) vioydoppuioayo NUdorIeQOHRUII
QMHHRIOdUTIATOJ €ALHUOOLO | BBHhOLAIMUALAHY pjjoulnog QIIHROLIINOHI() 1adodorenody
(vispyo1y )
(HLL 0091 —0011) BUHRIII'OQBE (sorersnayory) XITHLOGMX
QIYHHERIOdUTIATJ QIIHHOUITIO(MH]] | BRHhOLIIMUALAHY dIHLIognyK | nudaregoarod][-0 [iveede]|
(v1yovgi0M)
g01ou XI9HhOHOEEO0LID99
(HUL 00%1—00L) BUHOIIIOHLOOD 9IOLBWOH (sorersnayory) [Lueeden
QIYHHERIOdUTIATJ BUNBLAI] | BeHhOLIIMUALAHY U QUIOHOLOUHALR | Mudardxegoarod][-0 QIHAULMATOdIID] BRHLRINIQO)
(s91e201S0N))
wx(HLLL 0006 991r00) BRHhOLJISDKIW UL NNdorIeQOHRHUII
QIIHHOhMIRE £ BURONMNUG-IN -udiAHg 1901 dI U BUHALOR] QIYHhOLALMOIOH A auttofipound 201SON
«9IIHLHOHOLIWOMOJOHI
‘(HLLL Q1 0] OX) BBHRhOLAISIOHE UL (sorerqoziyy) | (mngosud) nudaryeg
QIYHHIRMLAE BUMRNUG-CN -udiAHg | BUHALORd 91990909 | UMUdALNLQOALOd][-10 QM9 OMIHIOAIY] BeHAULRLALANRD
nrraLngerorado
XBAOBEOX 4 QUHIXOLOL FOBE0X LO
IINOHAQ | UUIDHAD BIOBEOX QIIHHORAEM
BUNBEULEIO][ QOMOORMINOHOME ], 4LOONMONLRE
MOOhULOHA |

[¢] eeaHaIOITrOHRIAO NMUITMAJLOHOMAd BIT UIOTOW — MUAILNBQ QUNOORMLOMOWN)) *] BIHIQR],

2021

TOM 57 o 1

I'EHETHUKA



CUMBHUOTHUYECKHUE MOIEIHA 1JId PEKOHCTPYKIUHN OPTAHEJIJIOTEHE3A 19

HOB B OMYJISILIUASIX PU300UiA, KOTOpast 00eCIIeunBaeT UX
W3MEHYMBOCTh, HEOOXOIMMYIO JIJIsI KO-agalTalyui C BbI-
COKOITOJIMMOP(MHBIMY TOMY/ISILUSIMMA pacTeHuid. Baxk-
HO OTMETUTH, UYTO KIIyOEHBKOBBIE OAKTEPUU — 3TO T10-
JduIeTUIHAs TpyIIa, KOTopasl BKJIIouaeT B ceOsI He
TOJILKO Psifi HE3aBUCUMO BO3HUKIIMX TPYIH O,-IIPO-
teobakTepuii (mop. Rhizobiales), HoO M HeKOTOpHBIE
B-miporeoGakTepun [5], ykasbiBas Ha CIIOCOOHOCTh
Sym-T€HOB K JKCIIPECCUM B Pa3IUnYHOM T'eHETHYe-
CKOM OKPYKECHUMU.

B ocHoBe 3BomIOLIMM pU300MIA JIeKAT TEHOMHbBIE
MepPeCTPONKM, OIIpeAcIUBIINE: a) nepedOoOpMaTUPO-
BaHUe cucteMbl N,-(hrkcauuu, KOTOpoe MO3BOIWIO et
(GYHKIIMOHMPOBAaTh B SHAOCUMOMOTUYECKMX HUIIAX;
0) yrpary poTocuHTE3a, (PYHKIIMOHAIBLHO 3aMEIIAeMO-
ro o0pa3oBaHUEeM XUTUH-NOI00HBIX Nod-(haKTopoB —
WHIYKTOPOB 00pa30BaHUS KIIyOeHBKOB, 3aceJIeHIEe KO-
TOPBIX TTO3BOJISIET OAKTEPUsSIM aKTMBHO MCIIOJIb30BaTh
MPOIYKTHI pacTUTeNIbHOrO (hotocuHTe3a [8]. DBomo-
muss Nod-¢akTopoB BKIIIOYana MOPUOOPETEHUE PU-
3001sIMM T€HOB CUHTE3a XUTUH-TIOIO0OHBIX BEILIECTB OT
HEPOJICTBEHHBIX OPraHM3MOB — MMKOPHU3HBIX I'pU-
00B, 10O OT CHMHTE3UPYIOIINX MYPEHH TI'PaMIIOJIO-
XKUTEILHBIX OakTepwuii [11].

He MmeHee cioxXHbIE TEHOMBI XapaKTEePHBI 1T PU30-
cepHbIX U 3HAOMUTHBIX N,-(hUKCcaTOpOB poaa Azospi-
rillum, comepKaliX HECKOJBKO XPOMMUJ, KOTOPHIE,
Kak 1 XxpoMocoMbl, HecyT reHnl 16S pPHK u TPHK.
OnHako y 3TUX 6aKTepuii cBs13b Mexay (OpMUPOBAHY-
€M MHOTOKOMITOHEHTHOTO T€HOMa U CUMOMO30M He
CTOJIb OYEBUIHA, KaK Yy pU300Uii: Ha XpOMHUIAX a30-
CIUPUJLI HE BBISIBJICHO T€HOB, BOBJIEYEHHBIX BO B3a-
UMOJEUCTBUS C PACTEHUSIMU, XOTS ST HEKOTOPBIX
13 3TUX TEHOB MOKA3aHAa XPOMOCOMHAS JIOKAJIN3aLs
[12, 13].

Ilepenaya reHOB U3 O-TIPOTEOOAKTEPUIA B SIICPHEIC
XPOMOCOMEI X035I€B BBISIBJICHA JIMIIIb Y HEKOTOPBIX I1a-
pa3uTOB (AHTATOHUCTUYECKUX CUMOMOHTOB) 3YKApHOT.
Cpenu HUX HanOoJIee N3ydeHbl arpoOaKTepun — OIn3-
KMe poanyu puzoouit u3 ceM. Rhizobiaceae. T-JIHK,
rnepegaBacMasl arpo0akKTepusIMU B pPaCTUTEIbHEIE
KJIETKU Yepe3 cucTeMbl cekpeliuu 4-ro tumna (CC4T),
COJIEPKUT FeHbl 0Opa30BaHUS OIyXOJel M CUHTe3a
OMMMHOB — OCOOBIX METabOJUTOB, MOTPEOISIEMBIX
“reHernuyeckumMu nmapasuramu’”’. Xotsa T-JIHK mepe-
JlacTCs B BereTaTUBHbIE KJIETKU IIMPOKOTO CIEKTpa
MMOKPLITOCEMEHHBIX, TaHHBIE O 3aKpeIIEHUN OaKTe-
pUaJIbHBIX TEHOB B PACTUTEILHBIX TEHOMAX UMEIOTCS
JIMIIG JjI HEKOTOPBIX BUIOB ABYHOJBHBIX, HAIIpU-
Mep IUISI IbHSTHOK, B CBSI3U € YeM (DYHKIIMH ITPUodpe-
TEHHBIX PACTEeHUSIMU TPAHCTEHOB OCTAIOTCSI HESICHBI-
mu [14].

BecbMma MHTEHCUBHBI, XOTSI M HE CTOJIb YIIOPSIIO-
YeHHBIN ITepeHOC TEHOB B 3YKapUOTUUYECKHE KIETKU
oCcyHIeCTBIIIOT 0akTepun pona Wolbachia — peripo-
IYKTUBHBIE TTapa3nUThl HACEKOMbBIX 1 HEMATOI, KOTO-
peie, Kak u arpodakrepun, umeior CC4T [15]. 3ape-
TUCTPUPOBAH TIEPEHOC B XPOMOCOMBI HACEKOMBIX
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KPYIHBIX CETMEHTOB reHOMa BOJIbOaXuii, a MHOTIA U
LIEJTBIX XPOMOCOM, KOTOPBIE MOTYT COCTAaBJISITh 110 2%
reHoMa xo3stmHa [16]. OgHako amanTuBHBIC 3¢ deK-
Thl 9TOTO MEpeHOoca HESICHBI, MOCKOJIbKY OOJBbIINH-
CTBO MEPEMEIIEHHBIX T€HOB BBISIBJISIIOTCS Y XO35€B B
HEaKTUBHOI (hopme.

Xotsa mug 6akrepuit mopsinka Rickettsiales aBomo-
LIMsI UI3y4eHa He CTOJIb MOoAPOoOHO, Kak ist Rhizobiales,
IUISI HAX MOTYT OBITh BblAEJEHbI OOLIME IBOJTIOLIMOH-
HBIE 3aKOHOMEpHOCTU. Tak, CITocCOOHOCTh K BHYTPHU-
KJIETOYHOMY CUMOMO3Y € 3yKapuOoTaMU, KaK M BbICOKAsI
TreHOMHasl TJIaCTUYHOCTD, CBSI3aHHAasl C HAJTMYMEM OCO-
OBIX MAJTMHAPOMHBIX IMOCJIENOBATEbHOCTEN, BO3HUKJIA
y TIPENKOB PUKKETCUIA 3a10JITO J0 PEAyKIIMN UX TeHO-
MOB. ¥ XECTKUX ITaTOreHOB 13 TpymIibl TUda (Rickettsia
prowazekii, R. typhi) BbIsIBIIeHa yTpaTa T€HOB perapa-
mun JJHK, yka3piBasg Ha HadaBUIyIOCS PEIyKIIAIO
MaTpUUYHBIX TIPOLECCOB, XapaKTEepHYIO [Jisl opra-
Heyu1. I HakoHel, pUKKETCHUH, TaK K¢ KaK BOJb0a-
xuu u arpodaktepuu, umeroT CC4T, XOTs UX yyacTue
B IepeHoce OaKTepUaIbHbBIX TEHOB B KJIETKU 3yKapu-
OT MoKa He Joka3aHo [17].

HINMAHOBAKTEPUUA

IInanobakTepun, JaBIINE HAYAIO IIEPBUYHBIM TLJIa-
cTuaaM cyneprpyrnsl Plantae, TTposIBJISIIOT TeHeTHYe-
CKO€ POJICTBO C MpeIcTaBUTEISIMU ITopsiaka Nostocales
[18], koTOpBIEe, TAKMM 0OPa30M, MOTYT OBITh CITOJIE30-
BaHbI IS PEKOHCTPYKIIMU PAaHHUX 3TAIOB OPraHeJIo-
reHe3a. Pon Nosfoc BKIIIo9aeT CMMOMOTUYECKI aKTHB-
HbIE [T1aHOO0AKTEPUHU, CITOCOOHbBIE (hOPMUPOBATH BHYT-
PUMKJIETOYHBIE CUMOMO3bI C IIBETKOBLIMUM PAaCTEHUSIMU
(Gunnera) 1 rpubamu-raoMepomunieTamMu (Geosiphon).
OTU [IMAaHOOMOHTHI CIIYXKaT MJIsI X035€B UCTOUHUKAMU
COEMMHEHUII a30Ta, MOJydyaeMbIX B XOIde HUTpOre-
Ha3HOM peakiiu, a IIpd CUMOMO03¢e C TpUOaMU — TaKKe
W COSOMHEHMN yIyiepoma, oopa3yeMbIX B xome (OoTo-
cuHre3a. OObeAMHEHHAsT MeTadoIMJyecKash CHUCTeMa,
KOTOpYIO (hOpPMUPYIOT LIMAHOOAKTEePUUH PACTECHMUS,
cxogHa ¢ cucteMmoii oomeHa C- u N-coenuHeHUsSIMU
N,-bukcupyrommx rerepouruct U (HOTOCUHTE3IUPYIO-
II1X BEreTaTUBHBIX KJIETOK B (prtameHTax Nostoc [19].

YV  (dakyapTaTUBHOIO CHMMOMOHTA pacTeHU
N. punctiforme TeHOM yBeJIMYCH II0 CPaBHEHUIO CO
cBoGomHOXUBYIIMMU (popMamu Nostoc Ha 25—30%.
V obonuratHoro cumounonTa N. azollae reHOM yMeHb-
meH Ha 20—25%, ipuyeM 110 HEKOTOPBIM MTOKa3aTe-
JIIM  (KOJIUYECTBO HEKOAUPYIOIIMX ITOCIEIOBATEIb-
Hocreilil 1 reHoB TPHK) oH mpubnmkaercs K reHoMy
mwiactun [20], monarBepxkmas IIPaBOMEPHOCTh MC-
noab3oBaHus Nosfoc KaK MOIENIN IJISI PEKOHCTPYK-
LIM1 OpraHeJIoreHesa.

Hpyrast Momemb, TIepCIIeKTUBHAS TSI PEKOHCTPYK-
LI OpTaHeJIoTeHe3a, TpeaCcTaBiIeHa OTHOKIETOY-
HBIMU LIUAaHOOAKTEpUSIMU Synechococcus, N3 KOTOPBIX
BO3HUKIN XpoMmatodopsl Ipocteiiiero Paulinella
chromatophora (cyneprpynna Rhizaria). Insg atux
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SHIOCUMONOHTOB XapaKTepHa OoJee TiyooKasi, uem
i1 N. azollae, penykiusi: xpoMaTodophbl yTpaTWIU
cBoilie 70% reHoMa CBOOOTHOXMWBYIIUX IPEIKOB
[21]. ITpu 3ToM cBBIIIIe 20 TEeHOB (poTOCHCTEMBI | TIe-
peHeceHbl 13 XpoMaTo(hOpOB B SIAPO XO3IMHA, yKa-
3pIBasi HA HAYaBIIUICS ITPOLIECC OOBEAUHEHUST TEHO-
MoB naptHepoB. [1o Bceit BUnMMOCTH, XpoMaTO(MOPHI
Paulinella Bo3HUKIIN 13 1IIMaHOOAKTEPUIA, TTOSTAEMBIX
npocremmMu: OMu3kuii K P chromatophora BUn
P. ovata, e umeromuii XxpoMaTo(OpPOB U UCITONIb3YIO-
U TUAaHOOAKTEPUHN B MUIILY, COAESPXKUT TOMOJIOTHU
pstma reHoB Synechococcus. BaxXHOCTb pa3BUTUS 3TOM
MO OIIpelelisieTcsl POACTBOM Synechococcus W
OMHOKJIETOYHOIl 1MaHoOakTepuun Gloeomargarita,
KOTOpasi, COIJIACHO TaHHBLIM IIPOTEOMHOTIO aHaJIM3a,
OJIM3Ka K IEpBUYHBLIM TUTacTUaam [22].

v-ITPOTEOBAKTEPUN

Dra TeHeTUYeCKM H3y4YeHHas TIpyIa OaKTepuid
BKJTIOUAET psifl (paKyIbTAaTUBHBIX U OOJIMraTHBIX Mapa-
3UTOB U MYTYaJINCTOB XXKMBOTHBIX U PACTEHUIA, KOTOPbIE
SBOJIIOLIMOHHO CBSI3aHbI CO CBOOOTHOXUBYIITMU (hOpP-
MaMM, OOUTAIOIIMMU B BOAHBIX U ITOYBEHHBIX 9KOCH-
cremax [23]. st cuMOMOTHYECKUX (DOPM XapaKTepeH
JIBYX3TAHBIA CIIEHApWii 3BOJIIOLIMY T€HOMA, IO3THEe
TIOATBEPXKIEHHBIN 1 U1 Ipyrux 6akTepuii. Ha mepsom
3Tare MPOMCXOIUT cylecTBeHHoe (Ha 20—25%) pac-
IIMpPEeHNE TEHOMOB, OOYCIIOBJICHHOE IIPUOOPETeHUEM
CUMOMOTUYECKU CHELMATIN3UPOBAHHBIX T€HHBIX Kja-
crepoB. Ha Bropom aTarie HabJtomaeTcsi BO3BpallleH1e
T€HOMOB K MCXOOHBIM pa3MepaM, OIpeaeIsseMoe 311~
MUHAIMEN HETaTMBHBIX PETyIsITOPOB cuMOMo3a [24].
Hanpumep, natoreHHsie hopMul Escherichia coli, mpe-
BOCXOMs1 KOMMEHCaIbHBIE (DOPMEL IO pa3Mepy I'eHO-
Ma [25], coXpaHSIOT ero YHUTapHYIO CTPYKTYpy. bo-
Jiee CIeLaIu3UpOBaHHbIE MATOT€Hbl — IIUTEIIbI,
MHOTIIa paccMaTpuBaeMble Kak rmoasu E. coli, He OT-
JIMYaloTCsS OT Hee MO pa3Mepy I'eHoMa U IO YMCIY
miasMua. Y enle 6osee cieuuaau3upoOBaHHBIX IATO-
TeHOB — CaJIbMOHEJJI, CIIOCOOHBIX K CTaOMIbHOMY
MOAAEP>KaHUIO B KJIETKAX KUIIIEYHOTO ITUTEINS U MaK-
podarax, mpu cpaBHeHUM ¢ E. coli BBISIBJICHO yIIpOIle-
HUE TeHOMa, CBSI3aHHOEe C YMEHBIIIeHEM YHCIIa TUIa3-
muz [26].

CxonHas PBOJIOLIMOHHAS IUHAMMWKA XapaKTepHa
ISt buToraToreHoB poaa Erwinia, KOTOpble MO Te-
HOMHOI OpraHu3aluu He OTJIMYAIOTCS OT ANUMUTOB.
V 3BOIIOLIMOHHO MOJIONOTO I1aToreHa E. tracheiphila
MOBBIIIEHO COAepXaHWe MOOWIbHBIX 3JIEMEHTOB,
¢aroB 1 MceBIOTEHOB, YTO CBUIETEJILCTBYET O BO3-
pacTaHUM TEHETWYECKOM TIJIACTUIHOCTH OaKTepuit
MpU Mepexoe K MmapasuTusMy. Y “craporo” maroreHa
E. amylovora, a Takxke y sartudura E. billingiae uncno
3TUX DJIEMEHTOB HEBEJIMKO, YKa3bIBasi Ha CTaOMIn3a-
oy reHoma [27].

Bonee cnoxHast opraHu3alus reHoMa xapakTepHa

JJIst 6akTepuii ceM. Vibrionaceae, KOTopbie coaepKaT
JIBE XPOMOCOMBI. ¥ KeCTKOTo Tapasuta Vibrio cholerae

onu nMerot pasMep 3.0 m 1.1 Mb [28], y cBeTsmierocs
CUMOUOHTA MOPCKUX XUBOTHBIX V. fischeri 2.9 u 1.3
Mb [29], Torna Kak canpoduTHblit BUnI V. natriegens
MMeeT XpOMOCOMBI padMepoM 3.2 u 1.9 Mb [30]. Ta-
K1M oOpa3oM, y Vibrio cTpyKTypa reHOMa He CBsI3aHa
C CUMOMOTHYECKUMHU CBOMCTBAMU M MOXET paccMart-
pUBaTbCS KaK OOIasi XapaKTepuCTUKa 3TUX OaKTe-
puii.

OO6JIMTaTHO-CUMOMOTHYECKIE  BHYTPUKIICTOYHBIC
(hopMBI Y-npoTe06aKTEPUIL LIMPOKO PACIIPOCTPAHEHBI
y HacekoMbIX. Hanbosee vsyyeHHoit siBnsiercst Buch-
nera — CUMOVIOHT TJIe#, CHaOKaIOIIHIA X03s1eB He3aMe -
HUMBIMM aMUHOKHMCJIOTaMH. i1 Hero xapakTepHa
rTy6oKast TeHOMHas peayKiust (coxpansiercs 10—15%
T€HOB CBOOOTHOXMBYIIIUX TIPEIKOB), KOTOpasi OIpe-
TIeJISIeT HeCTIOCOOHOCTh K aBTOHOMHOMY CYIIIECTBOBA-
HUIO OaKTepuil, TiepeaaBaeMbIX BEpTUKAJIBHO (TpaHC-
OBapUaJIbHO) IIPY Pa3MHOXEHUM X03seB [31].

BaxkxHo oTMeTUTB, UTO TIpeodpa3oBaHUE CBOOOIHO-
KUBYIIUX Y-NIPOTEO0AKTEPUI B TEHETUUECKU PEayLI-
pOBaHHbIE OOJIMraTHbIE CUMOMOHTBI PE3KO M3MEHSET
COOTHOIIIEHUE Pa3IWYHbIX TPYIN ‘“‘OrnepalioOHHbIX”
(KOOUpYIOIIMX METa0OJIM3M U Pa3BUTUE KIIETKU) Te-
soB. Hanipumep, v Baumannia, Blochmannia, Buch-
nera, Ishikawaella v Wigglesworthia noBblllieHa, TI0
cpaBHeHU1o ¢ E. coli, oisi TeHOB, KOTOPble KOHTPO-
JIMPYIOT CUHTE3 aMUHOKWCJIOT U BUTAMUHOB, MO-
cTaBJIsIeMbIX xXo3sieBaM. OgHAKO MpU 3TOM CHUXKEHa
JIOJIsl TEHOB, KOAWUPYIOIIUX PETYJISIIAI0, TPAHCIIOPT U
MOJIBUXKHOCTD: TU (DYHKIIMU YIIPOIIEHBI UJIU OTCYT-
CTBYIOT y OaKTepHii, TOCTOSTHHO OOUTAIOIIUX B CTPOTO
KOHTPOJIUPYeMOIl BHYTpUKJIeTOUHO# cpene [32]. He
MeHee BBbIPaXEHO pazjinyue Mo CTAOMJIbHOCTH ISt
pPa3HBIX TPYIIT “UHGMOPMALIMOHHBIX T€HOB, KOIUPY-
IOIIMX MaTpUYHbIC MPOLIECCH: Y OOJUraTHBIX CUM-
OMOHTOB YKCJIO TEHOB PeKOMOMHALIUU, pernapaluu u
TPAHCKPUIMILIMM CHUXEHO, a YUCJIO T€HOB TPaHCIIsI-
LIMM TIOBBILLIEHO MO CPaBHEHUIO CO CBOOOTHOXUBY-
muMu popmamu [33].

BaxxHO OTMETUTB, YTO HEKOTOPBIE Y-MPOTEOOaK-
TepUM — SHAOIUTOOMOHTHI HACEKOMBIX — IT0 OpraHM3a-
LI T€HOMA BIUIOTHYIO MPUOIM3WINCH K OpraHe/jiaM.
Tak, B reHoMe Carsonella — cCUMOVOHTA TICUJUINI, ME-
o1eM pasmMep 160 TITH, OTCYTCTBYET PSii TEHOB PEIUIU-
Kaly, TPAHCKPUITINM U TpaHcisumn [34]. OmHako
OpraHeJUIbl, BO3HUKIINE U3 Y-TIPOTeoOaKTepuii, He
OMNMKCAHBI, YTO MOXET OBITH CBSI3aHO C HEIOCTATOY-
HOM IMJIaCTUYHOCTBIO MX TEHOMOB JIM0O C HU3KOI aK-
TUBHOCTBIO IIEPEHOCAa TEHOB B XPOMOCOMEI XO35I€B.

B-IMTPOTEOBAKTEPUU

IporeoGakrepun B-rpymbl peaausyloT pasHO-
o0pasHble XKU3HEHHbIE CTpaTEeruu: OHU MOTYT ObITh
rnapasuraMu JIM0OO MyTyaJlUCTaMU >XKUBOTHBIX WU
pacTeHuil, B TOM unciie cMMOMOTHYECKUMU N,-hUK-
caTopaMu, OOpa3ylolIMMU KIYOEHbKU Yy TpoInye-
CKnX 6000BBIX. OTCYTCTBHE CBSI3M MEXIY pa3sMepoM
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reHOMa 1 CITIOCOOHOCTBIO K CUMOMO3Y TTOKA3aHO IS
pona Burkholderia, B KOTOpbIit1 HapsiAy cO CBOOOIHO-
KUBYLIMMU (hOpMaMU BXOIST ITapa3uThl SKUBOTHBIX
W pacTeHUi, a TakKe I poma Paraburkholderia,
BKJIIoYawuero N,-dbukcupyioume CMMOMOHTBI 00-
60BEIX |35, 36].

Hnst  Burkholderia xapakTepHbl MHOTOKOMIIO-
HEHTHbIE TEHOMBI, colepxXallue 2—3 XpOMOCOMBI
(1000—4000 TrmH) 1 go Tpex miadmua. IlaToreHHbIe
IUJIs1 yesioBeka Buabl B. mallei n B. pseudomallei pa3-
Jm4aioTcs mo padMmepy reHoma (5400—5950 u 7000—
7450 TITH COOTBETCTBEHHO) 1 OOBIYHO JIMIIIEHEBI TIJIa3-
mua. Hanbonee kpynHbie reHoMBbI (cBbiliie 9000 TH)
BBISIBJIEHBI Y CBOOOIHOXUBYIIUX BUAOB B. fungorum
" B. xenovorans. MakcuMmajbHOe YUCIIO TuiasmMus (3)
3aperucTpupoBaHo y uronaroreHa B. gladioli, y Ko-
TOPOTO OOIIMII pa3Mep reHoma coctaBmi 8899 TmH,
XOT$I U3BECTHBI 1 OecrIa3sMUIHbIE TATOTSHEBI ¢ OoJiee
KOMITaKTHbIMU TeHoMmamu [37]. Takum obGpasom, y
OYPKXOJbAEpUid, KaK U Y Y-IIPOTEOOAKTEPUIL, TPUOO-
peTeHue CUMOMOTUYECKUX CBOMCTB HE CKa3bIBaeTCSI
Ha opraHu3anuu reHoMa. OIHaKO ¢ CUMOMO30M TeC-
HO CBSI3aH €ro COCTaB: MAaTOTeHHbIe (hOPMBI UMEIOT
CHUCTEMBI CEKPELIMU 3-TO TUIIA, a TAKXKE MPOTEOJIUTH -
yecKre W aHTU(YHTAJIbHbIE AKTUBHOCTU, KOTOpHIE
HE BBISBIISTIOT Y CBOOOTHOXWBYIINX IITAMMOB [38].

bonee mpocrasi, yHuTapHas CTPYKTypa IeHOMa
BBIsIBJIEHA y 9HI0GUTHOI N,-bukcupyioiueit B-mpo-
TeobakTepuu Azoarcus, KOTopas UMeeT y3KUil Kpyr
X035I€B, BKJIIOYAsI HEKOTOpPHIEC 3JIaKOBBIE PACTECHUS
(Leptochloa fusca, Oryza sativa) [39]. T'eHom 3TOi1
OakTepuu umeeT HeboJbioi pasmep (4300—4400 TrH,
3900—4000 reHoB) 1 He COOEpKUT mia3mua. B Hem
HE BBISIBJISIIOTCSI CUCTEMBbI CEKPELIUU 3-TO U 4-TO TU-
0B, a TAKKEe CMHTE3a PUTOTOKCUHOB U JIAKTOHOB T'O-
MOCEpH1HA, YYACTBYIOIIUX B PETYJISILIMHU I'€HOB BUPY-
JICHTHOCTU pa3inuyHbiX OakTepuit [40]. ITpoHUKHO-
BeHUE Azoarcus B paCTeHUS BbI3bIBAECT Y HUX OTpaHM-
YEHHbIM MMMYHHBIM OTBET, KOTOPBIiA CHMXKAET
CKOPOCTb pa3MHOXEHMUS OAKTEepUil U, YTO OCOOEHHO
BaxKHO, BBI3BIBAET MX MEPEXO B HEKYJILTUBUPYEMOE
COCTOSIHUE, COIPSIKEHHBIM ¢ MHAYKLMEN BbICOKOI
HUTpOTeHa3HOI akTUBHOCTU [41]. Azoarcus, B oTIU-
yye OT pu300Mii U a30CUPUILI, UMeeT T'eH nif L, Ko-
TOpBIIA ToAaBiIsieT 3Kcipeccuio omnepoHa nifHDK
aMMOHUEM WJIM KUCJOPOJIOM Yy CBOOOTHOXUBYIIUX
nura3oTpodos [42].

MyTyanucTndecKne CUMOMOHTBI XKUBOTHBIX Cpe-
nu B-rporeobakTeprii HEMHOTOYMCICHHBI, OJHAKO
OHU MOTYT 00JIafiaTh BeCbMa TJTyOOKOM cIieruain3a-
mueii K xo3sseBaM. Hanpumep, Nasuia deltocephalini-
cola— cumOuoHT nmkansl Macrosteles quadrilineatus,
CHAOXXalOIIMM X03sIMHA HE3aMEHUMbIMU aMUHOKMC-
JIOTaMH, UMeeT HaMMEHBIIWI cpeTr SHIOIUTOOMOH-
TOB HAaCEKOMBIX TeHOM — Bcero 112 T [43].
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OOHOKIJIETOYHBIE BOAOPOCIIN

Boilie Mbl paccMOTpend MoIesiu JJisi peKOH-
CTPYKLIMU MEPBUYHOIO OpraHesuioreHe3a, KOTOpbIit
BKJIIOYAET BCEJIEHUE O-IPOTEOOAKTEPUii B apxeu, a
Takke 1IMaHOOaKTepUuil B 9yKapuOThl C 00pa3oBaHUEM
JIByXMEMOpaHHBIX OpraHeil. 3HaYUTeIbHO MEHEee pa3-
paboTaHbl MOJEJIM BTOPUYHOIO OPraHeIOreHe3a, CBSI-
3aHHOTO C BCEJIEHWEM B 3YKAPUOTUYECKUE KIIETKU
9YKApUOTUYECKHUX K€ CUMOMOHTOB. XOTSl BTOPUYHBIIA
OpraHeJlJIOreHe3 JIOKYMEHTMPOBAaH TOJbKO sl Tula-
CTW]I, BBISIBJIEHUE OOJTUTAaTHBIX BHYTPUKIIETOYHBIX Ma-
pPa3UTOB-2YKAPUOT, COMEPXKAIIIMX MUTOCOMbI — MTPOU3-
BOIHBIC MUTOXOHIpUil [44], mpenmojiaraeT BO3MOX-
HOCTb BO3HUKHOBEHUSI BTOPUYHBIX (DOPM U I ITUX
OpraHesul.

V1no0Hy10O MOmenb MIsI PEKOHCTPYKIIMM BTOPUY-
HOTO OpraHeJjijIoreHes3a MpeacTaBIsiioT AuHodJIares-
JISITBL — OTHOKJIETOYHBIC 3YKAPUOTHI 13 CYIIeprpyIIbl
Alveolata, KoTopble OOMTAOT B MOPCKOM MJIM TIPECHOM
Bojie [45]. Okoso 50% nuHodnare/utsT IBJISIOTCS aBTO-
TpOHBIMU, OCTAJIbHBIE — MUKCOTPOGHBIMU WU TeTe-
pPOTPO(HBIMU, B TOM YHCJIE W TTAPA3UTUIECKIMU (HOp-
Mamu [46]. st reTepoTpodHBIX AHOMIATEIISAT Xa-
PaKTepHBI IUIACTUABI C peAyLIMPOBAHHBIMY T€HOMAaMM,
a MHOTAA U MOJHOCTHIO JIUIIIEHHBIE TEHOMOB, HO CO-
XpaHUBIINE CITOCOOHOCTh K UMILJIEMEHTALIUU CIOX-
HBIX OMOXMMMYECKMX MPOLECCOB, BKIIIOYasl CUHTE3
M30IIPEHOUIOB, TeTpanuposuioB 1 Fe-S-kmacTepos.

HawnbGomee m3ydeH cpemyu amHOMIATEIUIST POJI
Symbiodinium, MHOTHE €T0 IPEACTABUTEIU SIBJISIIOTCS
($OTOCUHTE3UPYIOIIMMUA CUMOUOHTAMU GECO3BO-
HOYHBIX — TYOOK, KUILIEUHOMNOJIOCTHBIX, MOJLTIOCKOB,
yepBeil U (popamuHudep. DTOT pol pa3nesioT Ha 8—9
KJIa]l, B KOTOPBIX BBISIBIISIIOTCSI KAK CBOOOTHOXMUBYILIUE,
Tak 1 cmMonoTnmaeckne Gopmel [47]. TTocneqHme obima-
JIaloT ¢JIa00 BbIpaXKEHHOM CHELM(UIYHOCTHIO K XO3s1e-
BaM: CUMOMOHTEHI (popaMrHU(Eep BCTPEUAIOTCs B IISITU
13 BOCbMU OCHOBHBIX Kian Symbiodinium [48].

OnHO U3 J0Ka3aTeNIbCTB clienuanu3auuu Symbiod-
inium K cuMOM 03y ObUIO TOJTYYEHO MPU U3YYeHUN CUH-
Te3a MUKOCIOPUH-NOIO0HBIX aMUHOKUCIOT (MIIA),
3allMIIAIONIMX CBETOCOOUpAIOIIUN KOMIUIEKC OT
Y®-nyueii. ['ennl cunTe3a MITA GBI, IO-BUIMMO-
My, Toay4deHbl Symbiodinium oT KpacHBIX BOZOPOC-
Jieli — NpeaKOB BTOPUUYHBIX IJIACTUA. DTU T€HbI BbI-
SIBJICHBI y TIpelcTaBuTesieit 0a3abHOUN Kiaabl A, HO
OTCYTCTBYIOT B crieliiaiu3upoBaHHoii knaae C. Bos-
MOXHO, 4TO yTpata cuHTe3a MIIA Onia cBsI3aHa C
nepexonoM Symbiodinium K cuMOU03y, IPU KOTOPOM
GyHKIMIO 3alIUThl (POTOCUHTETUUYECKOTO amrapara
oT Y@ BBITIOJIHSIET XO35IUH [49].

Haubonee muzyyeHbl cumMOmMo3bl Symbiodinium c
KUIIEYHOIOJIOCTHBIMU — KOPAJJIOBBIMU MOJIWTIAMU,
MMEIOIINMH OTPOMHOE 3KOJIOoTMYecKoe 3HaueHue [48].
KopannoBele pudbl, 3aHuMalomne MmeHee 1% 1io-
IIaIu MUPOBOTO OKeaHa, MPeaOoCTaBISIOT HUIIU IS
6osee yeM 30% MOPCKHMX OPTaHU3MOB U SIBJISTIOTCS
OTHMM 13 OCHOBHBIX pe3epByapoB OMOpa3zHOOOpa3ust
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Ha 3emire. [TosToMy nerpamanyst KOpayIOBBEIX prdOB,
CBsI3aHHAsI C yTpaToil (hOTOOMOHTOB (0OOecIBeYECHEM
KOpPaJUIOB), HECET OTPOMHYIO YITPO3y COXpaHEHUIO O1O0-
cdepsl [50]. CradbunbHOe nomaepxanue Symbiodinium
B >XKMBOTHBIX CBUIICTEILCTBYET 00 YCTAHOBJICHUH B OP-
raHn3Me-X03sIMHE TeHETYECKOro TOMeOoCTa3a, peryJim-
pPyEMOTro Ha KJIETOYHOM U OPraHU3MEHHOM YPOBHE
[49]. OmHako BepTUKaJIbLHOIO HacjleIoBaHUSI (hOTO-
OMOHTOB MPHY MOJIOBOM Pa3MHOXECHUM XO3sIeB HE Ha-
GyromaeTcs, B CBSI3U C YeM CUMOMOTHYECKHE IITaMMBbI
Symbiodinium coxpaHsIOT CIIOCOOHOCTh K aBBTOHOMHO-
MY CYIIECTBOBAHUIO, OCYIIECTBIISIS KaK aBTOTPO(HOE,
TaK U reTepoTpodHOe, OCHOBAaHHOE Ha (haroluTo3e
nutanue [50].

OO0t pa3Mep IPOKAPUOTUYECKOIo IjlacToMa
Symbiodinium coctaBuset 25—50 TH [45]. st Hero
XapakTepHa CHJIbHas (hparMeHTalusI, KOTopas MO-
JKET pacCMaTpUBaThCs KakK IPEAIToChUIKa ISl MO-
HOIt yTpaThl TeHoMa [46]. BOJBIIMHCTBO COXpaHUB-
IIIMXCS B MJIACTOME I'€HOB PACHOJI0XKEHBI 10 OTHOMY
B COCTaBe MUHU-TIJIa3MUI, pa3Mepbl KOTOPBIX CO-
crasisior 1.8—3.3 (mo 6.1) TniH. MHorma Ha omHOit
MUHU-IUIa3MUJIe HAXOOUTCS HECKOIBKO (110 4) TEHOB
[44]. Bcero Ha MUHU-TUIa3MUAAX BBISBISIOT 12—17
reHoB, koaupytoiux pPHK u 6enku ¢potocucremsi 1
[46]. Y HekOTOPHIX IITAMMOB Symbiodinium BBIsSIBIIe-
HBI “IIyCcThle” MUHU-TUIa3MUOBI, KOTOPBIE HE COAep-
KaT KOAUPYIOILIMX TociienoBaTeabHocTeit [45]. He-
CMOTP#A Ha MIIYyOOKYIO PEIYKLIMIO TEHOMA, TIACTUIBI
Symbiodinium ocyimecTBJIsIIOT (POTOCUHTE3 U TpaHC-
JISILIAIO, MCMOJb3ysl TeHHble TPOAYKThl (OesKu,
PHK), cuaTe3npyemMbie B IMTO30J1€ KJIETKM-XO3SIMHA 1
TOCTYTAOIINE B IIAaCTUIBI Yyepe3 arnnapaT ['onbmku, a
He yepe3 MeMOpaHHbIe TpaHcIiopTephl Tic/Toc, pyHK-
AOHUPYIOIINE B IEPBUYHBIX IJIaCTHUIAX.

LwnTonornyecknii u TeHOMHBII aHaMNU3 TUHOMIa-
reJUISIT TI0Kas3ajl, YTO BTOPUYHBINA OpraHeIoTeHe3
COIIPOBOXIAETCs Topa3mo OoJiee CIOXHBIMU T'eHe-
TUYECKMMU IIpoleccaMu, 4eM IIEpBUYHBII opra-
HEJUUIOTeHe3, TaK KaK BTOPUYHbBIE TIJIACTUALI UMEIOT
MHOTOKOMITOHEHTHBIE T€HOMBI, COCTOSIINE U3 PY-
JIMMEHTapHOTIO siAipa KpaCHOM BOgopocan (HYKJIeo-
Mopda) u MpokaproTuyeckoro ruiactoma. Ode yactu
reHoMa IIOABEpraloTCsl PeAyKLMOHHOM 3BOJIOLINN,
IpruyeM HaMMEHBIIIEeH CTaOMIbHOCTBIO XapaKTepu-
3yeTcsl HyKJeoMopd: y OOJbIIMHCTBA IUHOdJIarema-
JISIT OH OTCYTCTBYET, XOTSI €T0 FreHeTUUECKIEe MapKe-
PBI 9AaCTO BBISIBIISIIOTCSI B XpOMOCOMaXx xo3simHa [49].
VYV S. minutum cBpire 90% reHoB (hOTOCUHTE3A TTepe-
HECEHBI 13 IIPOKAPUOTUIECKUX T€HOMOB B SIIEPHEIC
XPOMOCOMBI, KOTOPBIE€ IIOCTOSIHHO HAaXOISITCSI B KOH-
neHcupoBaHHOK ¢dopme [45]. TpaHCKpUNTHI ILia-
CTUIHBIX TeHOB (DOTOCUHTE3a ITOABEPraloTCsI MHTEH-
CMBHOMY PE€INAKTMPOBAHMIO, HE XapaKTEPHOMY IS
r€HOB, IIEPEHECEHHBIX B TEHOM X03s1Ha [46].

CpaBHUTEIbHBINA aHAJIM3 Pa3jIMYHBIX TPYIIT IU-
HO(pIareJUIST MoKa3aj, YTO B UX 3BOJIIOLUU IIPOUC-
XOJIVJI HEOTHOKPATHBIC YTPAThI UCXOMTHON!, BO3HUK-

e U3 KpacHBIX BOJOPOCIIEN TJIaCTUIbI, B KOTOPOI
CHUHTE3UPYIOTCS XJI0pOMUIIJIBI @ U ¢, a TAK3KE OCOOBI
KapOTUHOUI — NEPpUAUHUH. Y psina IMHOMIIaTreJUIsIT
MIpOM30IIJIa €€ 3aMeHa Ha TPEeTUYHBIE IJIACTUIBI,
BO3HUKIINE U3 IPYTUX AJIbBEOJIAT (ranTopUTOoB, 1ua-
TOMOBBIX BOJIOPOCJIeit) IN0O 13 3eJIEHBIX BOAOPOCIIEiA
[51]. Bo BTOpOM cCiy4ae IUIACTUABI CUHTE3UPYIOT
XJI0poUIIBl @ U b, coXpaHsSIsI MHOTHE KJIETOYHBIC
KOMIIOHEHTBI 3€JIEHBIX BOOOPOCJICH — pyauMEHTap-
Hoe s1apo (HykiieoMopd), 80S prbOCOMBI M BaKyOJIN.
OO01eit YepToii BHOBb MPUOOPETEHHBIX TPETUUHBIX
IUIACTU/I SIBJISICTCS HAJIMYKME MapKePOB MCXOIHOM I1e-
PUOVMHUH-CUHTE3UPYIONIEH IIACTUOBI. DTO MOXKET
OBITh CBSI3aHO C TEM, YTO IIPOLIECC 3aMEHbI MJIaCTUI
BKJIIOYAJl CTAIWIO COCYIIECTBOBAHMS BTOPUYHONI U
TPETUIHOI OpPTaHEeUI, MEXIY KOTOPHIMH IPOMCXO-
JIWJI MHTEHCUBHBIN mepeHoc reHoB [22]. Ilo-Bumu-
MOMY, OH SIBUJICS OCHOBOM Ype3BbIYailHO IIUPOKOMI
TEHETUYECKOM M 3KOJIOTMYECKOi muBepCcUdUKaIN
IUHOMJIATeJUISIT, BBIASSIONIEH UX CpeIu APYTUX O~
HOKJIETOYHBIX 3YKapHOT.

Hpyrast nepcrieKTUBHAasI MOAEIb BTOPUYHOIO Op-
raHeJjIoreHe3a IpeacransieHa cucremoit “Chlorella—
Paramecium” [52]. Obpa3syioiias ee MHPY30pHI-XO-
3SIMH OTHOCUTCS K aJIbBEOJISITAM U SIBJISIETCS TeTePO-
TpodOM, KOTOPEII yTpaTW UMEBIIMECS paHee BTO-
pUYHBbIEC TIACTUIIBI M IO3TOMY MpeamalnTUpPOBaH K
MIPpUOOPETEHNIO HOBBIX IUTacTuA. KieTKu Xjiopesuibl
IIOCTYITIAIOT B IIPOCTEiiliee yepe3 poTOBOE OTBEPCTHE
U IIEpeXOAsT B MUIEBapUTEIbHbIE BAKYOJIU, YaCTh U3
KOTOPHKIX IIpeo0pa3yeTcsi B CMUMOMOCOMBI, pacmoJjia-
rajouimecss BOJIM3U MOBEPXHOCTU KIIETKM-XO3sIMHA U
ocyuiecTBIsome (POTOCUHTE3. DTa MOALIb UJLITIO-
CcTpupyeT mnpeoOpa3oBaHue Tpoduueckoil uLenu B
CUMOMO03, IIpUBOsIIee K QOPMUPOBAHNIO TeHETUYEC-
CK1 MHTETPUPOBAHHOM OMOCHCTEMbI HA OCHOBE OT-
HOIICHUH “XUIIHUK—XepTBa”.

B kayectBe Mopenu ST U3YYEHMS 3BOIIOLIMU
BTOPUYHBIX TIACTUI MOXHO pacCMaTpHBaTh TakKKe
“kirenToruiactel” Mojuttocka Elysia, n3BiekaeMble UM
U3 TIUIIEBOTO O0OBEKTA — KEITO-3eJIEHOM BOIOPOCU
Vaucheria. Dta BOomopoCib, BXOOIIAs B CyNEePIPYITIy
Alveolata (Heterokonta), comep:kaT IjIacTUIbI, BOSHUK-
1€ U3 OJHOKJIETOYHBIX KPAaCHBIX Bogopocieit [53], B
CBSI3U C 4YeM MNpUOOpeTeHME KIIEMTOIIACTOB, -
TEJIbHO MOAIEePXXKNBAEMbIX B SMUTEINAIBbHBIX KIIET-
KaX >KMBOTHOI'O, MOXKET paccCMaTpUBaThbCsl KaK IPO-
SIBJICHVI€ BTOPUYHOI'O OpraHesuioreHesa.

BO3MOXEH JIM OPTAHEJIJIOTEHE3
BE3 CUMBUOTI'EHE3A?

HecMoTpst Ha OrpOMHBIIT MACCUB JAHHBIX, YKA3bI-
BarolIMx Ha cuMbuoreHHyio npupony JHK-comep-
KallMX OpraHeJUT 3YKapUOTUYECKOMN KIIETKU, SKCIIe-
pUMEHTAJIbHbIE JaHHBIC IS aHAJIW3a TeHETUYEeCKUX
MPOLIECCOB, COMPOBOXIAOIINE NX BO3ZHUKHOBEHNE,
OYeHb HEMHOTOYMCIIEHHBI. B 4acTHOCTH, SHAOCUM-
OMOo3BI OAKTEPUI U apXeOT, HA OCHOBE KOTOPBIX MOT-

FTEHETUKA TtoM 57 Nel 2021
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JI1 BO3HMKHYTb II€PBUYHBIC 3YKAapUOTHI, II0Ka HE
UICHTU(ULMPOBAHBI, XOTS B psie pabdOT ONMUCaHBI
apXeoTHbIE “KaHAWUIATHI” B IIPeaKHU 3yKapuoT. On-
HUMM W3 HUX SBJISIOTCSI JTOKMApXeOThl — aHa’po0-
HbI€ OpPraHU3Mbl U3 JOHHBIX 0CaIKOB APDKTUKH, UME-
JOIIME aKTUHOBBINM LIMTOCKEJIET U CIIOCOOHBIE K DH-
JIIOLIMTO3Y, KOTOPHI MOT 00€CIIEYNTh NPHUOOpEeTEHIE
a’pOOHBIX O-TIPOTEOOAKTEepUil — TpedlIeCTBEeHHU-
KOB MUTOXOHApPUL [54].

Boibloit mHTEpEeC mpeacTaBisieT BOIIPOC O TOM,
BO3MOXKHO JIY y IIPOKAPHOT HE CBSI3aHHOE C CUMOMO-
30M 000CO0JIEeHME TeHOM-COAEpXKallluX KJIIETOYHBIX
KOMITapTMEeHTOB? JI0 CHUX IOp HE MOXET CUUTAThCS
MOJHOCTBIO OIIPOBEPTHYTOM TUIIOTE3a ayTOreHe3a,
KOTOpasl MpearojaraeT BOSHUKHOBEHUE OpraHesiI Ha
OCHOBE CTPYKTypHOII muddepeHIram U GYHKIIM-
OHAJILHOM CHeuHajn3alnuyd MeMOpaHHBIX KOMIIApT-
MEHTOB aHLIeCTPaJbHOM KJIeTKU. BbIIBUHYTAsI B KOH-
e XIX B. B IpMMEHEHUHU K IUIACTUIAM 3Ta TMIOTE3a
oputa otkitoHeHa K.C. Mepe:XKOBCKMM Ha OCHOBa-
HUM TEHETHMYECKOI HEIPepbIBHOCTU MAaHHBIX Opra-
Heq [55]. OnHako B 1970-x Ir. runoTe3a ayToreHesa
obu1a Bo3poxaeHa T. KaBanep-CmuroMm [56], mona-
raBIIIMM, YTO B OCHOBE 3BOJIIOLIMU 3YKApUOT JIeXKaao
MIPOMCXOIUBIIIEE Yy MPOKAPUOT 000COOICHUE KIIETOY-
HBIX KOMIIAPTMEHTOB BMECTE C KOOVPYIOIIMMM HX
GyHKIIMU ydacTKaMu reHoMa. CTOpOHHUKHU ayTOreHe-
3a IIPOBOIWJIM TTApaJUIe/IM MEXKAY OpraHe/UIOreHe30M U
BO3HUKHOBEHHMEM HOBBIX OPTaHOB — MPOILIECCaMHU, OC-
HOBaHHBIMU Ha 000CO0JeHUM (PYHKIMOHAIBLHO CIIie-
UAJIM3UPOBAHHBIX CTPYKTYP Y IIPSAKOBEIX (hOpM.

O BO3MOXHOCTH ayTOI¢HHOM 3BOJIIOLNMN KJIETOY-
HBIX OpraHe/Ul y IIPOKapuoT CBUIETEIBCTBYIOT pe-
3yJbTaThl U3YYEHUs] TPaMOTPULIATEIbHON OaKTepUU
Gemmata obscuriglobus (Planctomycetes). OTa 6akTe-
pus uMeeT KpynHbIii reHoM (0Ko10 9000 TITH, CBbIIIE
8000 reHOB), KOOUPYIOUIUI CUHTE3 CTEPOJIOB U CIIO-
COOHOCTB K 9HJIOLIMTO3Y, XapaKTepHBbIE IJISI 3YKapUOT
[57]. B xnetkax G. obscuriglobus BeisiBnen JJTHK -conep-
KAIMA KOMITAPTMEHT, KOTOPbIA MOXET paccMaTpu-
BaTbCsl KaK aHAJIOT sipa. VX CXOICTBO BHISIBIISIETCS, B
YaCTHOCTH, TIPY aHaIM3e¢ MEMOpaHHBIX OeTKOB, 0Opa-
3YIOIIMX MMOPOBbIE KOMIUIEKChI. BO3MOXHO, 4TO Te-
HBI IIPO- ¥ BYKApHUOT, KOOUPYIOIIYE 3T KOMILIEKCHI,
MMEIOT 00IIIee IIPOMCXOXIEHE, CBI3aHHOE C TUBEP-
reHueil OoT OOIIMX MPEeAKOB JUOO ¢ TOPU3OHTANIb-
HbIM IIepeHocoM reros (I'IIT) [58].

ITo MHEeHUIO psiga aBTOPOB, IIEPBUYHbBIE 3yKapHO-
ThI BOZHUKJIM ITyTeM BCEJICHUS OL-TIPOTE00aKTEePUil B
KJIETOYHBIE OPTaHWU3MBbI, 00JTalaBIINE SIAPAMU, KOTO-
pble MOIJIM UMETh JUOO ayTOTeHHOE, TUOO0 CUMOMO-
TeHHOEe MPOMUCXOXICHUE, B TEM YHCJIE U BO3HUKATh
Ha OCHOBE TUTAaHTCKUX BUPYCOB [59]. Ipyrue aBTOpHI
I10JIararoT, YTO IIpeaIlleCTBEeHHUKAMU siep ObLIM ap-
XEOTHBIE KJIETKH, BCEJIMBIIMECS B O-TPOTEOOGAKTE-
pumn 6o B riaHKoMmuieThl [60]. B cBsizau ¢ aThMm
0OJIBIIIOI MHTEPEC IIPEICTABIISIOT BHYTPUKIIETOYHEIC
CMOMO3EI, B KOTOPEIX X03sieBaMU SIBISIIOTCS OaKTe-
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puu. K ux yncity oTHOCUTCs cCUMOMO3 J-mipoTeobak-
tepuu Tremblaya princeps, KoTopasi BbIsIBJIeHa B 0aK-
TepuonuTax uepseua Planococcus citri, ¢ y-mpo-
TeobakTepueii Moranella endobia, oGuralomieit B
knetkax 1. princeps. CTUMYJIOM 1JIs1 0Opa30BaHMSI JaH-
HOI “MaTpeliku” MOoTJjia CTaTh M30bITOYHAs pPeayK-
s reHoma 7. princeps (139 TriH), BbI3BaHHas OC1a0-
JIEHMEM OTOOpa B MOITYJISIIUSX SHIOLIMTOOMOHTOB (B
CBSI3U C TTOCTOSIHCTBOM Cpefibl MX OOUTAaHUSI) U KOM-
MeHcupyeMasi MeHee peaylMpOBaHHbIM CUMOMOHTOM
M. endobia, renoM koToporo 1pesbiaeT 500 T [61].
IMokazaHo, yto y 7. princeps OTCyTCTBYIOT MHOTHE (DaK-
TOPBI TPAHCIIAIMH, BKmodass amuHoaumin-TPHK-crH-
TeTa3bl U pakTop soHranuu EF-Ts, KoTopsle mocTy-
natoT ot M. endobia.

OnHUM 13 HepelleHHbIX BOIIPOCOB TEOPUU CUM-
OuoreHe3a ocTaercsl IMoCjef0BaTeIbHOCTh BO3HUK-
HOBEHUS siapa U MuToxoHAapuii. CorjlacHo “rpamya-
JIMCTUYECKOMY” CLIEHApUIO MUTOXOHIPUU BOZHUKIU
IMyTEM BCEJIEHUS O-MIPOTe00aKTepuili B MEPBUYHbBIE
9YKapHOThI, 00pa30oBaBIINeCs ITyTeM 000CO0JIeHS Y
apxeii TeHOM-coAep:Kalllero siapa W APYrux MeM-
OpaHHBIX CTPYKTYp — 9HIOIIa3MaTUYECKOTO PeTH-
Kynroma, annapara I'onbmxku, mepokcucowm [1]. B ka-
yecTBe OMMKANUIINUX POAUYEN TTEPBUYHBIX 3YKapUOT
ObLIIO MPEMIOXKEHO paccMaTpPUBaTh apXe30eB — BHYT-
PUKJIETOYHBIX MMapa3uToOB XXUBOTHBIX (METaMOHAabI,
TPUXOMOHA/IbI, SHTaMeObI ), KOTOPbIE JIMILIEHbI MUTO-
XOHJpUI 1 00J1a1aloT YIPOIIEHHOM, MO CPaBHEHUIO
CO CBOOOJHOXMUBYILIMMU 3YKapuOTaMu, KJIETOYHOM
CTPYKTypoii [44]. OgHako B HacTosIIIee BpeMs TIpe/l-
cTaBjieHHe 00 apXxe3051X KaK O TMepexodHbIX (opMax
MEXIy MPO- U 9YKapuOTaMU OCTaBJIE€HO, MOCKOJbKY:
a) y apXxe30€eB BBISIBJIEHBI MUTOCOMbI — 6€3reHOMHbIE
IIPOU3BOIHBIE MUTOXOHIPHIA; 0) (prIOreHeTHIeCKUA
aHaI13 MOKa3ajl, YTO apXe30M — 3TO CHEeLUaATU3UPO-
BaHHasl TpyIlNa 3yKapuoT, a He CeCTpUHCKasl Mo OT-
HOIIIEHWIO K HUM rpymnma [62].

B cBa3u ¢ aTUM 6016 060CHOBAaHHBIM MPEACTAB-
JsIeTcs “CMMOMOTHYECKU” clieHapuili (hopMHpoOBa-
HUSI BHYTPUKJIECTOUHBIX KOMIAPTMEHTOB, COTIJIACHO
KOTOPOMY IIPEeIKY MUTOXOHIPUIA, BCEIMBIIIHNECS B ap-
XeH, TIOCTY>KWIM IeHepaTopaMy BO3HMKHOBEHUSI siapa
U IPYTUX BHYTPUKJIETOYHBIX CTPYKTYpP, COOPMUPOBAB-
IUXCS W3 IIPOAYLUMPYEMbIX MUTOXOHIPHUSIMUA MEM-
OpaHHBIX Be3WKYyJ. B moib3y 3TOro crieHapusi CBUIEC-
TeJILCTBYET TO, YTO CUHTE3 JIMITMIOB, JIOKATM30BaHHbIM
Yy IIPOKApHOT B IUIA3MaTUYECKNX MEMOpaHax, y dyKa-
PHUOT IIPOMCXOOUT B MeMOpaHax BHIOIJIa3MaThuye-
ckoro petukyiayma (DIIP) u anmmapara I'onbaku [1].

SAKJTIOYEHUE

PekoHCTpyKI1IMS CMMOMOTEHHOM 3BOJTIOIIUY SyKa-
PUOT — UpE3BBbIUAIHO aKTyaJIbHOE U YBJIEKaTeJIbHOE Ha-
MpaBJIEeHUE COBPEMEHHOI OMOJIOTUHU, CBA3aHHOE C BbI-
SICHEHUEM TTyTell CTAHOBJICHUSI CTPYKTYPHO-(PYHKIIO-
HaJIbHOTO Y TeHETUUYECKOTO pa3sHOOOpa3usl KIETOYHbBIX
opraanu3MoB. CITocOOHOCTB K CTaOMIBEHOMY CYIIIECTBO-
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Puc. 2. OcHOBHbIE 3Tarbl OpraHesuioreHesa. / — npuodpeTeHre MpeaCcTaBUTEISIMU apXe0T, KOTOPbIE COTJIACHO “TpayauCcTH -
YyecKoMy” ClieHapHuIo opraHejuioreHesa [1] umenu sapa (f), sSHIOCMMOMOHTOB, OTHOCSIIMXCSI K Pa3IMYHbIM T'pyIaM mpo-
TeobakTepwii (0, B, ¥) mwin K mmaHobakTepusim (116); 2 — TOPU3OHTAIBHBII ITePEeHOC TEHOB (€70 HHTEHCUBHOCTH 0603HAYAET
TOJIIIMHA CTPEJIOK) U3 CUMOMOHTOB B S KleTKM-x03s9MHa (HanboJee 3¢hheKTUBHBIE JOHOPHI TEHOB — O,-IIPOTE00aKTEpUU U
LIMaHOOAKTepUM — Aajid HayaJlo MUTOXOHIPUSM U IUIacTuAaM); 3 — SHAOCUMOMOTUYECKUM nepeHoc (0003HaUeH YepHBIMU
crpenkaMmu) u3 mutoxoHapuit (Mx) u tmactun (I'n) B 51 reHoB, KoTOophle KonupytoT 6enku (Bb), cmHTe3upyeMble B IMTO30J1e
KJIETKM-XO3sIMHA M TPaHCIIOPTUPYEeMBble B OpraHesuTbl. MX ciyxat st Xxo3sieB noHopamu AT®, Il — moHopaMu TIpOAYKTOB

dorocuntesa (I1D).

BaHUIO B KJIETKAx 3yKapUOT, KOTOpasi MOXET pac-
CMaTpUBAaThCS KaK HavyaIbHEIN 3Tall (DOpMUPOBAHUS
OpraHeiUl, BbBISIBIeHA BO MHOTHX TIpyIHax IIpo-
TeobakTepuii (o, B, Y) u nmaHobGakrepuii (retepo-
LIUCTHBIE, HEreTePOLIUCTHBIE), a TaKXKe y OIHOKJIe-
TOYHBIX BOOAOpOCJeH. Y KIyOeHbKOBBIX OaKTepuii
(pu300uii), KOTOpbIe OTHOCATCS K O-IIPOTE00aKTe-
pUsIM, TIEpeXo K BHYTPUKIETOUHOMY CUMOMO3Y CO-
IIPOBOXKOAJICS YCIIOXKHEHMEM I'eHOMAa U MOBBILLIEHM-
€M ero IUIaCTUYHOCTHU, BKJII0UYasl IEPeHOC Sym-TeHOB
B HepoacTBeHHbIe OakTepuu [8]. OH mpuBea K BO3-
HUKHOBEHUIO CITOCOOHOCTH (DOPMUPOBATh HA KOPHSIX
06000BbIX N,-uKcupylole KiyoeHbKH 0oJiee UeM B
10 cemeiicTBax O.-IIpOTE00AKTEPUIL, OOBEINHSIEMBIX B
otpsin Rhizobiales, a Takke y HEKOTOpbIX P-Tpo-
TeobakTepuili. B To xe Bpems y Y-IpoTeoOakTepuii
(HarpuMep, y CaJIbMOHEIUI) BHYTPMKJIETOUHBIA CHUM-
0103 He CBSI3aH C yCJIOKHEHHEM TeHOMHOI OpraHm3a-

LIMU, U TOPU3OHTAJIbHBIN TIEPeHOC TEHOB BUPYJICHTHO-
ctu orpaHuueH ceM. Enterobacteriaceae [22, 25].

TakmMm o0pa3oM, BBICOKAST TEHOMHAS IIIACTHY-
HOCTb, TIPOSIBJIsIeMast Ha paHHUX CTaIUSIX KOSBOJIIOLIU
OaKTepUii C X03seBaMH, JOJDKHA pacCMaTpUBaTLCS KaK
BaxKHEMIasl MPEANOoChlUIKa IS IIepexoaa CUMOMOH-
TOB Ha ITyTbh OpraHeJuIoreHe3a, MOCIy>KMBIIIETO OCHO-
BOM IpOrpaMMBbI CEpUITHBIX 9HAOCUMO1030B [4]. 115
HEKOTOPBIX O.-TIpoTeobaKTepuii (Agrobacterium, Wol-
bachia) n nnanodaxktepuii (Synechococcus) oxkasaH
TOPM3OHTAJILHBIN IIEPEHOC T€HOB B X035I€B, KOTOPBIA
MOXHO pacCcMaTprBaTh KaK HAYaIbHBIN 3TaIl TEHOM-
HOIl MHTeTpaluy MapTHEPOB, €ro 3aBepIlcHUE CBSI-
3aHO C 9HAOCUMOMOTUYECKUM IIEPEHOCOM T'€HOB M3
OpraHeuI B SIIePHBIE XpPOMOCOMBEI (puc. 2).

BaxxHo 0oTMETHUTB, 4TO Mpeodpa3zoBaHUe OaAKTEPUi

B KJIETOYHBIE OpraHesuIbl TpencTaBiisieT coboit pe-
3yJbTaT YTpaTbl HIOCMMOWOHTAMU TE€HETUUYECKOU
T’EHETUKA Ne 1
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WHIWBUAYAJTBHOCTU — CIHOCOOHOCTH K CaMOCTOSI-
TeJIBbHOMY ITOJIEP>KAaHUIO U 9KCITPECCUU T€HOMOB [5].
Dra yrpaTa SIBWIach NPeANOChUIKOM I 00pa3oBa-
HUS CUMOMOHTAMM M UX X03sieBaMU O0beTUHEHHBIX
CHCTEM HacCJIeJCTBEHHOCTH, OHA MPUBEa K pe3KOMY
pacIIPeHNIO agalTUBHOIO MOTEHIIMAJIa [IapTHEPOB.
HaubGonee mmpokuii Kpyr reHeTUIECKUX IPOLIECCOB
peanusyeTcs IIpy BTOPUYHOM OpraHeJUIoreHe3e, MoJIe-
JIbIO KOTOPOTIO SIBJISIIOTCSI OMHOKJIETOYHbIE (POTOTPOd-
HbIe 3YKAapHOThbl, B MEPBYIO OUYepelb KTYTUKOHOCIIBI
Symbiodinium. B 41CJI0 3THX MPOLIECCOB BXOIUT ITy00-
Kas pedyKLus, a MHOTAAa M II0JIHasl yTpaTa SHOOCHUM-
OMOHTAaMM 3YKapHOTUYECKUX saep (HyKieoMopdoB),
COIPOBOXIaeMasl TIEPEHOCOM UX T€HOB B XPOMOCOMBI
xo3s1eB [22, 45].

CpaBHUTENbHBIN aHaIU3 (haKyJIbTaTUBHBIX U 00-
JIMTAaTHBIX CUMOMOHTOB 2YKapMOT OTKPbLI IIIUPOKKUE
BO3MOXHOCTHU JIJISI PEKOHCTPYKIIMY PaHHUX 3TAIlOB
OpraHeJiJIoreHe3a, CBSI3aHHbIX C MePeX0I0M MUKPOOP-
raHU3MOB K CYIIIECTBOBAHUIO BO BHYTPUKJIETOYHBIX
Huiax (ta6s. 1). OgHakKo MCIOAb3yeMble ISl 3TOro
MOJIEJIM OTPaHUYEHbI JIUILIbL HEKOTOPLIMU OAKTEPUSIMU
U BOJIOPOCJISIMU, TIOCEJISIOIIMMMUCS B KJIETKaX dyKapu-
ot. [loka elie Majo TOCTYITHBI 71T U3YUYCHUsI BHYTPU-
KJIETOYHBbIE CUMOMO3bI, B KOTOPBIX XO351€BaMU SIBJISTFOT-
csl TIpoKapuoThl. BecbMa NMCKYCCMOHHBIM OCTaeTcs
BOITPOC O BO3HMKHOBEHUU $Ipa, KOTOpoe JIMOO Mpe-
ILIECTBOBAJIO TPUOOPETEHUIO MUTOXOHAPUIA MepBUY-
HBIMU 3yKapuOTaMU, BO3HUKIIIMMU U3 apXeoT IyTeM
obocoonenus1 JIHK-comepxammx KOMITapTMEHTOB
(“rpamyaaucTUYecKrii” clieHapuii), JINOO SIBUJIOCH pe-
3yJIbTaTOM BCEJIEHUS O-MIPOTE00AKTEPHUIA B OE3bsIEP-
HYIO apXEOTHYIO KJIETKY (“CUMOMOTHYECKUIA” ClieHa-
pwuit) [1].

JlaHHEBIE O TOM, YTO B TeHOMAaX 9YKapHUOT OaKTEpH -
aJIbHbIE I10 MPOMCXOXKICHUIO T'€HbI, KOHTPOJUPYIO-
I[i¢ B OCHOBHOM KJIETOUYHBIII MeTaboJii3M, OoJjiee
MHOTOYUCJICHHBI, YeM apXeOTHbIC T€HEI, OIIPeacIs-
[OIIi€ MAaTPUYHBIE IIPOLIECCHI, COTJIACYIOTCS C pa3BU-
BaeMoOl psSiaAOM aBTOPOB TMIIOTE30M O BO3ZHUKHOBE-
HHUU SIpa U3 apXEOTHBIX KJIETOK, BCEJIMBIIUXCS B
6akTepuu [60]. OuyeBUAHO, YTO MO3aMYHbIE T€HOMBI
3YKapuoOT MOT'YT pacCMaTpuBaThC KaK MPOAYKTEHI pe-
OopraHm3anuy HagopraHM3MEHHBIX CUCTEM Hacliel-
CTBEHHOCTH, BO3HUKIIMX Ha paHHMX 3TallaXx opra-
HeJIJIoOTeHe3a B CBSI3U ¢ (POpMUpPOBaHUEM CUMOMO30B
MEXKAY pPa3sHbIMM TUTIAMU IIPOKapuoT [63].

HM3yyeHue mpolieccoB OpraHesuioreHe3a, OCHO-
BAHHBIX HA INIyOOKOM peyKIMHA SHAOCUMOUOTUYECKUX
0akTeprit M1 X peKOMOWHALIMU C KJIETKOW-XO35IMHOM,
OTKPBIBAET IMPOKHE BO3MOXHOCTHU ISl aHaJIU3a MPo-
1IECCOB BOBHMKHOBEHUS U PAHHEN DBOJIIOLIMU KWU3HU.
B yactHocTH, (hopMUpoBaHUE OE3r€HOMHBIX OpraHesI,
KOTOpOe, T0-BUAMMOMY, TTPEICTaBISIIO COO0I pe3yJib-
TaT UX PEBEPCUU K aHIIECTpaIbHBIM (hbopMaM opra-
HU3aLMU KJIETKU, MOXET pacCMaTPpUBAThCSI KakK J0-
Ka3aTeJIbCTBO MEPBUYHOCTH MeTaboIM3Ma 1o OTHO-
IIEHUIO K reHoMmy. BaxXHO OTMETUTb, UTO CUCTEMa
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PHK-namnpasnsiemoro cuHTe3a OSIKOB (TpaHCISIIIAN)
KakK CBSI3YIoIlee 3BeHO MEXy KIETOUYHBIM MEeTabO0In3-
MOM M KOAMPYIOIINM €r0 TeHOMOM IIPOSIBIJIA B XOOE
PEOYKIIMOHHON 3BOMIOLMM TOpa3no OOJbIIyI0 CTa-
omnsHOCTh, yeM JIHK-3aBucuMBIe MaTpUUYHBIC IIPO-
Lecchl (peridkaius, peKoMOWHalusl, pernapaiys,
TPAHCKPUIILNS), IOATBEPKIAasi TUIIOTE3y O IEPBUIHO-
ctu PHK-renoma o ornomenuro k JJHK-renomy. B
CBSI3U C 3TUM 3aCIyXXUBAacT BHUMAHUS TUIIOTE3a O
po3ankHoBeHNN JIHK-reHomoB mmpokapmor Ha oc-
HoBe PHK-reHoMoB aHIeCTpadbHBIX KJIECTOYHBIX
WIN JOKJIETOYHBIX (hOpM KU3HU [64].

PekoHCTpyKLIMSI opraHe/iJloreHe3a UMeeT BakKHOe
MIPUKJIamHOE 3HAYeHNE, CBI3aHHOE C CO3MaHNeM HO-
BBIX TEHETUYECKUX CUCTEM, KOTOpbIe KOIVPYIOT 3a-
paHee 3aJaHHbIC IIOJIE3HbIE CBOMCTBa, HaIpuUMep
CITOCOOHOCTH pacTeHU K ¢ukcauuu N,, 1100 XKu-
BOTHBIX K ukcaruu CO, [65]. [IpaBoMepHOCTS T10-
CTAaHOBKM 3THX 3a/1ay MOATBEPKIAETCS BBISIBIICHEM
TITyO0KO peaylnpOBaHHBIX N,-(UKCUPYIOIITUX CUM-
OMOHTOB Yy HEKOTOPBIX (POTOTPO(GHBIX OPTraHU3MOB
[66], a TakKe IIMPOKUM pacIIpoOCTpaHEHUEM (POTO- 1
XeMOOMOHTOB, TTOAIEPKMBAEMBIX B KJIETKAX KUBOT-
HBIX [67].

Pa6ora mognep:kana rpantom PH® 19-16-00081.

Hacrosias craTbs He COOCPKUT KaKMX-JI100 UC-
CJIEIOBAHUM C UCITIOJIb30BAHUEM B Ka4eCTBE o0BeKTa
KNBOTHBIX.

Hacrosmag craTths He COIEPKUT KaKUX-JI100 MC-
cJIEIOBaHMII C y4acTHEM B Ka4eCTBE OOBEKTa JIIOACIHA.
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Symbiotic Models for Reconstruction of Organellogenesis

N. A. Provorov*
All-Russia Research Institute for Agricultural Microbiology, St.-Petersburg, 196602 Russia
*e-mail: provorovnik @yandex.ru

Various groups of proteobacteria and cyanobacteria as well as unicellular algae capable of endosymbioses with
eukaryotes, are addressed as the models for reconstruction of organellogenesis (transformation of symbiotic
microbes into cellular organelles) as a major result of symbiogenesis — evolution based on formation of the
integral systems of heredity by the tightly interacting partners. Organellegenesis includes the following tran-
sitions: facultative non-inherited intracellular symbionts — obligatory inherited endocytobionts — genome-
containing organelles — genome-free organelles. We demonstrated that organellogenesis is accompanied by
the loss of bacterial genetic individuality — the ability to maintain and express own genomes, including their
complete elimination. Comparative analysis of various endosymbiotic bacteria groups showed that the major
prerequisite for their transformation into organelles (primary organellogenesis) is a high genomic plasticity
expressed at the early stages of organellogenesis, under the facultative or obligatory dependences on hosts. It
is manifested as a directed change of genomic architectures (transitions of the unitary genome type to a mul-
ticomponent and to a reduced type) as well as in the export of functionally active genes into the non-related
organisms. These properties are characteristic for a-proteobacteria and cyanobacteria — ancestors of mito-
chondria and plastids, but not for f- and y-proteobacteria, Bacteroidetes and Firmicutes which, although in-
clude multiple endosymbiotic forms, have not been transformed into organelles. A convenient model for an-
alyzing the secondary organellogenesis implemented by eukaryotic microorganisms is represented by dino-
flagellates Symbiodinium (Alveolata) which: 1) harbor chloroplasts derived from red algae; 2) develop
intracellular symbioses with invertebrates behaving as their plastids. Reconstruction of organellogenesis al-
lows us to address the early stages of organic evolution including the trade-off between metabolism and he-
redity as well as between the RNA- or DNA-based genomes.

Keywords: organellogenesis, symbiogenesis, mitochondria and plastids, proteobacteria and cyanobacteria,
unicellular algae, horizontal and endosymbiotic gene transfer, DNA- and RNA-based genomes.
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