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KoHienus cumbuosa, npenjioxeHHass AHTOHOM nie bapu 6osee 140 et Ha3an, paccMaTpuBala ero Kak co-
BOKYITHOCTh OTHOILIEHUI MyTyaJin3Ma (B3aMMOBBITOJHOM KOOTIepallui) U aHTaroHn3Ma (rapa3uTu3ma), CBs-
3aHHBIX MHOTOYMCJIEHHBIMU 3BOJIIOLIMOHHBIMU TepexogaMu. AHAIN3 B3aMMOAEWCTBUIT MUKPOOPTaHU3MOB C
pacTeHUsIMU MOKa3aJjl, YTO B OCHOBE KOHTUHYYMa pa3HOHAMpPaBJI€HHbBIX OTHOLIEHUI TTApTHEPOB JieXaT 1ia-
CTUYHBIE TEHETUYECKNE CUCTEMBI X035I€B, KOTOPbI€ MO3BOJISIIOT MM aKTMBUPOBATH MOJE3HBIX U IMOIABISITH
BPEIHBIX CUMOMOHTOB. DTH B3aMMONIEHCTBMS MOTYT OBbITh OMMUCAHBI B paMKax KOHLIETIUU TJIEHOTPOITHOTO
cuMO1o03a, B KOTOPOM COUYETAIOTCS MYTyaJUCTUYECKME 1 aHTarOHMCTUYECKUEe OTHOIIeHUs mapTHepoB. Hau-
0oJsiee xapakTepHa TICHOTPOITHOCTD 151 (DaKyIbTaTUBHBIX U DKOJIOTUYECKN OOJTUTAaTHBIX (YCIOBHO OOIMTaT-
HbIX) CUMOMO30B, B KOTOPBIX NapPTHEPBI COXPAHSIOT CIIOCOOHOCTh K aBTOHOMHOMY CYIIIECTBOBaHUIO. B aThx
cuMOMO03aX TUIEHOTPOITHOCTh MPOSIBISIETCS HA MOIMYJISILIMOHHOM, OHTOT€HETUYECKOM U (hUJIIOTEeHETUUYECKOM
YPOBHSIX, 0OecTeurBasi BHICOKYIO 3BOIOIIMOHHYIO MJIaCTUYHOCTh HalOpraHM3MeHHbIX KoMIuiekcoB. [Tonaep-
KaHue B a30T(UKCUPYIOIIUX U MUKOPU3HBIX CUMOMO03aX MOJIEKYJISIPHBIX U KJIIETOUHBIX B3aMMOJICMCTBUIA, Xa-
PaKTEepHBIX [JI MAaTOreHe3a, CIOCOOCTBYET CTAOMIM3alMU MyTyallu3Ma, OCHOBAaHHOW Ha 0ajaHce MOJIOXM-
TeJIbHBIX M OTPULIATEIbHBIX OOPaTHBIX CBSI3EH MapTHEPOB. B cuMOMo3ax pacteHunii C MUKpOOpPraHU3MaMu BO3-
MOXHBI IBa CIioco0a Ipeodpa3oBaHUs Mapa3suTOB B MyTyaJIMCTOB: MpsiMble uaranvu (y rpuboB cemeicTBa
Clavicipitaceae oHU COTIPSIKEHBI C YTPATOH MOJIOBBIX MIPOIIECCOB U C MIEPEXOIOM K BEPTUKAIILHOMY HacjenoBa-
HUIO XO3SIMHOM) U TOPU30HTAIbHBII TTepeHOoC reHoB (y 6akTepuii cemeiicTBa Rhizobiaceae oH, MO-BUIUMOMY,
MPUBEJ K Tepexoay OT OHKOTpaHChOpMaIuM pacTeH! K pa3BUTUIO a30T(PUKCUPYIOIINX KITyOEHbKOB).

Karouesbie cro6a: 3allIMTHBIE CUCTEMBI PaCTEHUI, KITyOEHbKOBbIE OAKTepUM, KOSBOJIIOLNS IMTApTHEPOB, MUKO-
pU3HBIE TPUOBI, MYTYaJIM3M U aHTarOHU3M, TUICHOTPOITHBIM CUMONO3, CIIOPBIHBEBBIE IPUOHI, (haKyIbTaTHUB-
HbIe U OOJIMTaTHBIE B3aMMOIECTBUS, SKCIUTyaTallMOHHBIIT CUMOMO3

DOI: 10.1134/50026364819020089

CnocoO0HOCTh K CUMOMO3y — OOHO M3 0a30BBIX
CBOMCTB OpPraHMW3MOB, OINpEAEsIollee X pa3BUTHE,
9BOJIIOLIMIO U alalTUBHbIE BO3MOXHOCTH (Merezh-
kovsky, 1909; KozoPolyansky, 1924; Margulis, 1981;
Provorov, 2001). Kimaccuueckoe orpeneieHnue CUM-
6uo3a, kotopoe nan A. e bapu (de Bary, 1879)
(“cuMOM03 — JJIMTEJIBHOE COXUTEIBCTBO HEPOJI-
CTBEHHBIX OPraHM3MOB”), MpPEaNojarajio TECHYIO
CBSI3b €r0 MYTYJIMCTUYECKUX U aHTAarOHUCTUYECKUX
¢dopM. AHaIM3UPYsT OTHOIIEHUS PaCTEHUI U KUBOT-
HBIX ¢ MUKpoopraHusmamu, Jle bapu npuiien K BbI-
BOIY O TOM, UTO HanboJiee pacrpocTpaHeHHOH dop-
MOl cuUMOMO3a SBJISIETCS I1apa3uTU3M, KOTOPbI
JIUIIb B OTPEeSIEHHbIX YCIOBUSIX MOXET MePEeXOIUTh
BO B3aMMOBBITOIHBIN MyTyaiusM. [IpaBoMepHOCTb
3TOr0 MOAX0Ja WLITIOCTPUPYET CTAHOBJIEHUE (hUTOTA-
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TOJIOTMM M TAapa3UTOJIOTMM KaK CaMOCTOSITeJIbHBIX
mucuumuinH (Smith, 1911; Skryabin, 1923), xoTopsie
JIOJITOE BpeMsl pa3BUBAINCh U30JIMPOBAHHO OT U3YyYe-
Hust myTtyanusma. Ilpu stom cumoOuonorust (Read,
1970), kak 3TO HU YIUBHUTEIBHO, A0 CUX IIOp HE CTajla
OTAEIbHBIM pa3aesioM OMOJIOTUH.

Taxkast 1oruka u3y4yeHust MEKOPraHM3MEeHHBIX OT-
HOILIEHU, OTlpaBJaHHas BaXKHOCTBIO 3allIUThI pacTe-
HUi, XKUBOTHBIX U YeJIOBEKa OT MH(MEKIIMOHHBIX 060-
JIE3HEM, 3aTpydHsUIa IIOHMMaHWe TTPUPOIbl CUMONO-
3a, B TIEpBYIO oOuepedb, BBbISICHEHUE TMyTell u
MEXaHU3MOB €ro MHIAUBUAYAJIbHOTO U UCTOPUYECKO-
ro pa3BuTus. BaXXHOCTb paccMOTpPEHUST MyTyaiu3Ma
U aHTaroHMW3Ma KakK TeCHO CBSI3aHHBIX (hDOPM B3aMMO-
JeficTBUS TToJYEpKUBaIaCh MHOTMMU (prTOMNATOIOTa-
mu (Vanderplank, 1982; Dyakov et al., 2001) 1 nmapa-
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sutonoramu (Skryabin, 1923; Dogel, 1941). OnHako
BO3BpallleHNe K KJIaCCUIECKOi KOHIISTIIIUY CUMOM03a
KaK eIMHCTBA pa3HOHAIIPaBJICHHBIX MEXBUIOBBIX OT-
HOIIIEHWI Ha4yaJIoCh JINIIB Ha pyoexke XX u XXI BB. Ha
OCHOBE MOJICKYISIPHO-TEHETUIECKOTO aHaIM3a MUK-
poOHo-pacTuTeNbHbIX cucTeM. Hanpumep, Hlpamis ¢
coaBTropamu (Schardl, 1997), uzyyast oTHoIIeHUS 371a-
KOBBIX pacTeHHMI ¢ rpmbaMu ceMelicTBa CIOPBIHBE-
Beix (Clavicipitaceae), TPENIOXUIA KOHLECHIINIO
“IUIefOTPOITHOTO CMMOM1O03a”, B KOTOPOM TE€CHO Iie-
perieTeHbl IPpU3HaK1 MyTyaianu3Ma (BbIpadOTKa TOK-
CUHOB, 3allIUIIAIONINX PACTEHUS OT XXUBOTHBIX-(PU-
TodaroB) m aHTaroHusMma (OJIOKMPOBKA IIBETCHMUS,
paspylieHue 3aBs3eit).

B naHHOI1 cTaThe MBI TOKaXeM, UTO KOHLEMIIUS
TUIEOTPOMTHOCTHU, TIPOSIBJISIEMOII Ha MOJIEKYJISIPHOM,
OHTOT€HETUYECKOM, TTOMYJSILIMOHHOM M (buyioreHe-
TUYECKOM YPOBHSX aHAJIM3a CUMOUOTUYECKUX OTHO-
LIeHUIi, MO3BOJISIET AaTh YHUBEPCAJIbHOE OIUCAHUE
MPOLIECCOB MHIANBUAYATBHOTO U UICTOPUUECKOTO pas3-
BUTUSL PA3JIUYHBIX TUIIOB HaJOPTAHW3MEHHBIX KOM-
IUIEKCOB. MBI paCCMOTPUM 3Ty KOHLICIIIIUIO Ha MpU-
Mepe CUMOMO030B C MUKPOOPTaHW3MaMU Yy PaCTeHUI,
KOTOpPbIE XapaKTEPU3YIOTCS INIyOOKOI 3aBUCUMOCTbIO
OT aCCOLMMPOBAHHBIX C HUMU TPUOOB U OaKTEepUIil.
OHa onpenessieTcsl TeM, UTO paCTeHUsT — 3TO CUMOUO-
reHHas 1o cBoeit mpupoae ¢hopma XXU3HU: BOZHUKHO-
BeHUe nomeHa Plantae (Archaeplastida) ObLIO CBSI3aHO
C TIpUOOpETEHHEM TeTepOoTpPO(HBIMU 3yKapuoTaMu
MJACTU, BO3HUKINMUX M3 ImaHobaktepuit (Green,
2011). Beixon pacTeHUIi Ha CYIITy COCTOSIICSI B 3HAUU -
TEJIbHOM CTEIeHU OJlarogapsi 00pa3oBaHUIO apOyCKy-
JIsIpHOIT MuKOpu3bl (AM), obecneunBIlIeil BOOHOE U
MUHEpaJbHOE IMTaHUE CBOUM X035IeBaM, JIMIIIEHHBIM
KopHeBoit cuctembl (Karatygin, 1993). KopHu, BBI-
MoJyHso1Ke (QYHKIMIO CaMOCTOSITEJIbHON acCUMMU-
JISIAU TIATATEIbHBIX BEIIECTB ITOYBBI, BO3HUKIIU
JIMIIb Y CEMEHHBIX pacTeHuil. OqHaKo y MoAaBJIsiio-
11IeTO UX OOJIBIIMHCTBA KOPHU COXPAaHWJIU 1 NIEPBUY-
HYI0 (DyHKIMIO TOAIepKaHUs MUKOPU3HBIX TPUOOB
KakK 3(b(heKTUBHBIX TOCPETHUKOB MEXIY PACTEHUSIMU
u nouBoii (Brundrett, 2002). IToaToOMy 3BOJIOIIMOH-
Hasl UICTOPUSI HA3eMHBIX PaCTeHMIA MpeacTaBsia co-
0o0li mpoliecc BOBJeYEHUsS] B CUMOMOTHYECKHE OTHO-
IIEHUsI BCE HOBBIX IMOYBOOOUTAIONIMX MUKpPOOpra-
HU3MOB.

M3yyass paznuuHbie (GopMbl MUKPOOHO-pacTU-
TeJIbHOT0 CMMOMO03a B KauecTBe KOMIIOHEHTOB €IU-
HOTO 3BOJIIOLIMOHHOTO KOHTUHYYMa, MHOTHUE HCCie-
nosarenu (Lewis, 1974) paccMaTpuBaiu uUX KakK pe-
3yJIbTaT PETYISIPHO MPOUCXOASIINUX TTEPEXOI0B MEXKITY
KOHTPAaCTHBIMU TUIIAMU MUKPOCUMOUOHTOB — MYTY-
aJlIuCTaMd UM aHTAaroHUCTaMHU, OCYILIECTBISIOIIMMU
HekpoTpodHoe win 6uorpodHoe nutaHue. OgHAKO
pa3BUTUE MOJIEKYJSIPHOW TEHETMKU CUMOMOTHYE-
CKUX IprOOB M OaKTepuil Moka3ajlo, YTO: a) HEIlo-
CpeICTBEHHbIE MePeX0abl MEXIY MyTyaJIUCTaMU U aH-
TaroHWCTaMU JJisd OOJIbIIMHCTBA CUMOMOHTOB pacTe-
HUI HE XapaKTepHBbI; 0) 9BOJIOLIMOHHBIE OTHOIIEHUS
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aJIbTEepHATUBHBIX TUIIOB MUKPOOHO-PACTUTEIHHOTO
B3aMMOJICICTBUS pa3InyaioTcsI B TPOPUIESCKUX 1 3a-
IIMTHBIX CUMOMO3ax.

1. TPOOUYECKHUE CUMBHO3bI

OCHOBOI1 OOTBIINHCTBA CUMOMO30B SBJISIETCSI 00-
MEH pacTeHUN U MUKPOOPraHMW3MOB MUTATEIbHBIMU
BeuiectBaMu (C- u N-merabonutamu npu N,-puk-
cupywliiem cumbuose, C- u P-metabonuraMu B cu-
cTeMe apOyCKYISIpHOM MUKOPU3bI). OH OCYIIIECTBIISI-
eTcs B paMKaxX TJIyOOKO MHTEeTpUPOBaHHBIX MeTabO0-
JIMYECKUX CHUCTEM, TPUHLUIUAIBHO OTINYAIOIINX
MYTYyaJIu3M OT TTapa3uTU3Ma, AJjisi KOTOPOTO XapaKTep-
HO OJIHOCTOPOHHEE NBUXEHNE METAOOIUTOB — OT XO-
3s51€B K CUMOMOHTaM.

1.1. T'pudbl. DBOIIOLIMOHHBIE OTHOIICHUS MEXIY
pa3nMYHBIMA  (OopMaMU MUMKPOOHO-PaCTUTEIbHBIX
B3aMMOACHCTBUII MOAPOOHO HM3Y4YeHBI Ha IIPUMeEpE
TPUOHBIX CUMOMOHTOB PaCTEHMIA, 111 KOTOPHIX IIPEI-
MoJarajiach peryjisipHasi CM€Ha TUIIOB IIMTaHUS, CBSI-
3aHHAas C MePeXoaoM OT HEKpPOTpohuM K 6uorpoduu
(Lewis, 1974; Dyakov et al., 2001; Bagirova et al.,
2012). YHUBepcaabHBIM JIOJITOE€ BPEMSI CUMTAIIM IIPO-
MCXOXJIEHNE HEKPOTPO(HBIX IMaTOreHOB OT campo-
Tpo(OB, KOTOpHIE MUTAJINCh OCTAaTKAaMU PaCTCHMUIA,
nornommx “ecrectBeHHBIM ” iyTeM. [lepexon K mapa-
3UTU3MY CBSI3BIBAJIU C MPUOOPETEHUEM MUKPOOpTa-
HU3MaMHM CIIOCOOHOCTU YMEPIIBISITH C ITOMOIIBIO
TOKCHMHOB WJIM JIUTUYECKUX (PEepPMEHTOB paCTUTECIIb-
Hble KJIETKW, U3 KOTOPBIX 3aTeM M3BJIEKAJIUCh MUTAa-
TenbHBIe BemecTBa (Parbery, 1996). DTo 1mM03BOJISLIIO
paccMaTpuBaTh HEKpOTPOodUIO KaK “3Hmocarrpodu-
tu3m” (Elenkin, 1921), obecrnieuyuBaioliuii MUKpO-
CUMOMOHTAM YXOJI OT KOHKYPEHIIMH CO CBOOOTHOXM -
ByIIUMM opraHm3mamu. Ha mociemyiommx sTamax
9BOJIIOLMHU TIPOUCXOANIO CHUKEHUE UHTEHCUBHOCTHU
3alUTHBIX peaKIii pacTeHU1, KOTOpOe 00YCI0BUIIO
nepexon HeKpoTpo(HOTro nmapasuTuiMa B 0oJiee MsIr-
Kue (reMmuouoTpodHbie, OMoTpodHBIE) (POPMBI, a 3a-
TeM U B cUMOUOTpodHBII MyTyanmusM. [locimemHuii
CYNTAIOT HamboJiee cTabMILHOIT popMoit cmM0103a,
MOCKOJIBKY “J1000€ TeHeTUYEeCKOe N3MEHEHNE, KOTO-
pO€ MOBHIIIAET ITOJIb3Y WIN CHUXKAET Bpel OT B3aMMO-
IEeMCTBUS, afaliTUBHO BBITOAHO IJIsI IIApTHEPOB U Oy-
JeT rmoaxsayeHo oroopom” (Dobzhansky, 1951).

JIJ1s1 WITIOCTpallMM DBOTIOLIMOHHOMN OJIM30CTH MY-
Tyajqu3Ma U aHTarOHM3Ma 4YacTO MCITOJIb3YIOT CXOJ-
HBI€ KJIETOYHbIE CTPYKTYPhI, KOTOPbIE MUKOPU3HEIC 1
MaTOreHHbIEe TPUOBI pa3BUBAIOT MIPU B3aMOJIECHCTBU-
SIX C pacTeHUSIMU. VX TIprMepoM SIBJISTIOTCSI apOyCKY-
JIbl — TJIyOOKME WHTPY3UM B PacTUTENbHBIC KJICTKU
MEXKJIETOUHBIX T AM-TpubOB, CXOIHBIE C FAyCTO-
pUSIMU IIaTOTEHOB, MOCPEACTBOM KOTOPBLIX OHU W3-
BJICKAIOT MUTATEIbHBIC BEIIECTBA M3 KIIETOK-XO35IEB
(Hahn, Mendgen, 2001). ¥ HekoTopbix O6MOTpOdOB
rayCTOpuM CHaOXalOT PACTUTEIIbHYIO KJIETKY BUTa-
MUHaMU, YTO MOBHIIIAET CTA0MIIBHOCTh ITATOCUCTEM U
OTKPBIBAE€T BO3MOXKHOCTb JJIsI UX TpaHCchOopMalluu B
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MyTyanuctudeckue cumomosbl (Panstruga, 2003).
OCcoOEeHHOCTHIO apOYCKYJT IT0 CPABHEHUIO C TAyCTOPH -
SIMU SIBJISIeTCSI Hanuuue MeMOopaHHbIX AT®a3, ¢ no-
MOIIILIO KOTOPHIX MUKOOMOHTHI ITepeaaioT (pocdathol B
kietku xossimHa (Parniske, 2000). OyeBumHO, 4TO
SBOJIIOLMST MHOTMX CUMOMOTHMYECKUX NPU3HAKOB Yy
rprOOB-MYTYaJIMCTOB U IATOTEHOB SIBJISIETCSI KOHBEP-
TeHTHOM, TTOCKOJIBKY TaKre 0a30BbIe MX CBOMCTBA KaK
MUILEIUATBHBINA POCT 1 OCMOTpO(HOE MUTaHUE, TO-
BUIVMMOMY, BO3HMKJIM B XOII¢ aganTallid I'puOOB K
pa3BuTuio in planta (Karatygin, 1993).

st mokazaTeabCcTBa HENMOCPEACTBEHHOM 3BOJIIO-
LIMOHHOM CBSI3U MyTyaJlu3Ma 1 aHTarOHU3Ma B CUCTE-
Max “pacTeHUsI—TpUObI” 0OBIYHO pacCMaTPUBAIU TI€-
pexXo/ibl MAaTOre€HHBIX IPUOOB K TPODUUECKHUM CUMOU-
03aM, KOTOpBIe XapakTepHbl 1St  Armillaria
(aKkTOMUKOpU3a) U Rhizoctonia (opxyuaHast MUKOPU3A)
(Dyakov et al., 2007). DBomonuust (PUTOIIAaTOTEHOB OT
HeKpoTpodUM K OMOTpodUM HOKYMEHTHpOBaHaA Ha
MpUMepe OOMUIIETOB, Y KOTOPBIX CMEHA TUITOB MTUTAa-
HUS Moria ObITh OOYyCJIOBJIEHA: a) yTpaToil JUTuYe-
CKMX (DepMEHTOB U TOKCMHOB, a TAKXK€ MHOTUX CTaIU i
MeTaboI3Ma, HEOOXOMUMbBIX JIJISI CAMOCTOSITETbHOTO
pa3BuTus; 0) IpUOOPETEHNEM CITOCOOHOCTH (POPMMU-
poBaTh rayCTOpUH, Yepe3 KOTOpble Mapa3uThl Mepena-
10T 3¢ heKTOpHbIE OEJIKM B KJIETKU PAaCTeHUIA, U3BJIC-
Kasl U3 HUX nuTatenbHble BemecTa (Dodds, 2010).

OnHaKO MCITOJb30BaHUE METOIOB MOJIEKYJISIPHOMN
¢duoreHn He MOATBEPAMIIO IIIMPOKOTO pacipocTpa-
HEHUS MPSAMBIX QUIKALIMU MeXITy MUKOPU3HBIMU U
nmapasuTudecKumu rpudamu. JleiicTBUTENbHO, TJIO-
MepOMULIEThI, oOpa3yrolire AM — yHUBepcaabHBII
THUIT paCTUTEIILHO-MUKPOOHOTO CUMOMO3a — HE MMe-
10T poauueii cpeau putonaroreHoB (SchuBler, 2002).
JJ1s1 5KTOMUKOPU3HBIX TpuboB Homobasidiomycetes xa-
paKTepHO OoJiee TECHOE POACTBO C CarpoTPOPHBIMU,
yeM ¢ rapasutudeckumMu rpudamu (Hibbett et al., 2000).

BaxxHo oTMeTUTbH, UTO, HECMOTPSI Ha OTCYTCTBUE
OJIM3KOro poJICTBA MUKOPU3HBIX TPUOOB ¢ (hUTOMNATO-
reHaMM, pacTeHUsI 00JamaloT CUCTeMaMU, OOIIMMU
IUIST KOHTPOJISI maHHbIX cuMOnoHTOB (Dyakov et al.,
2001; Smith, Read, 2008). DT cucteMbl MOIJIX TI0-
SIBUTBCSI Ha 3ape 3BOJIIOLMU Ha3eMHOM (JIophI, IIpU
BO3HMKHOBeHNN AM, a mo3gHee OBIIM amanTHUpOBa-
HBI JUIS1 KOHTPOJISI TTATOCUCTEM, 00pa3yeMbIX HE TOJIb-
KO rpubaMu, HO M OPYTMMU aHTarOHUCTAMM pacTe-
HHUI — 0aKTepUsSIMU, HEMaTOOAMM, HACEKOMBIMU - -
todaramu (de Vos et al., 2004).

Htak, npeobnanaroiieil TeHAESHIMEH B 3BOIIOLIAU
IrpruOOB B cUCTEMaxX TPO(UUECKOT0 B3aUMOICHCTBUS C
pacTEHUSIMU-X03siIeBaMU CJIeyeT CUUTATh BOSHUKHO-
BeHNE MUKOOMOHTOB-MYTYaJIMCTOB U3 CallpoTpo(doB,
HO He U3 Mapa3uToB. PekpyTupoBaHue CBOOOIHOXM-
BYLIMX TPUOOB B CUMOUOTHUYECKUE CUCTEMBI, TTO-BU-
JIMMOMY, KOPPEJIUPOBAJIO C Pa3BUTHEM Y PACTEHMIA
KOPHEBOIO KOPTEKCA, KOTOPBIA MOCIYXKWUJ HUIIECH
IJIsT  CTaOWJILHOTO  TOAAepKaHUSI MUKOOMOHTOB
(Brundrett, 2002). IToaTOMY XOCTUHT TOYBOOOMTAIO-
IIUX OPTraHU3MOB U MeTabOJMYecKasi MHTEerpalus ¢
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HUMM JOJDKHBI CYMTATHCS NEPBUIHBIMU (DYHKIIMSIMU
KOpHEIi, TOrga KakK CaMOCTOSITeIbHAsI aCCUMMJISIIINST
MUTATSJIBLHBIX BEILIECTB IOYBLI — 3TO OOJiee MO3aHEE
SBOJIIOLIMOHHOE MTPUOOPETEHUE, XapaKTEpHOE MJIsI Ce-
MEHHBIX PaCTE€HUIA.

1.2. Bakrepun. BaxkHb1ii BKJ1aa B BBISICHEHHUE 3BO-
JIIOLIMOHHBIX OTHOLICHUI MEXAY MYTYaJIMCTUYECKU -
MU ¥ AHTAarOHUCTUYECKUMU CHUMOMO3aMHU BHECIIO
CpPaBHUTEIbHOE U3YYCHME OBICTPOPACTYIIINX PU300U I
(Rhizobium, Sinorhizobium) v poaCTBEHHBIX UM arpo-
boakTepuii (Agrobacterium tumefaciens, A. rhizogenes),
KOTOpBIE MOTYT OBITH OOBEAMHEHBI B 0IMH pox (Van
Berkum, Eardly, 1998). B cBsi3u ¢ 3TUM HEKOTOpbIe
aBTOpPHI TIpeljiarajii paccMaTpuBaTh PU300MU Kak
“pacdrmHUpoBaHHBIX” Mapa3uToB pacteHuit (Djordje-
vic et al., 1987; Lodeiro et al., 2004), a pazButue N,-
GUKCUPYIOIINX KITyOEeHBKOB CUUTAIM IIPOIYKTOM
“cuMmmaroreHesa” (Spaink, 1995). Takue mpencras-
JIEHUST BO3HUKJIM Ha OCHOBE BhIIBUHYTOM B 1980-X IT.
TUIOTE3bI O CXOACTBE T€HHBIX CUCTEM PU300MIA 1 ar-
poGaKTepuil, KOHTPOJIUPYIOIIUX OTHOIIIEHUSI C pacTe-
HUSIMU, KOTOpasl Tpennojarajga mpsMble Mepexoabl
OGUOTPOMHBIX TTATOT€HOB B CUMOMOHTHI-MYTYAJIUCTHI
(Miintz, 1987). I1pu 3TOM OTMEUYaIOCh, YTO B3aMMO-
JIefiCTBUSI paCTeHUI C pU300USIMU U arpoOaKTeprsiIMU
pPa3BUBAIOTCI B pe3ybTaTe aKTUBALIMU MUKPOOHBIX
T€HOB BUPYJIEHTHOCTU CUTHAJIaMU (DEHOJILHO TIpu-
polbl, 00pa3yeMbIMU U3 IIIMKUMaTa, MOCJIe YeTro Mpo-
JIYKTHI 3TUX TEHOB BBI3BIBAIOT MPOJIM(epalinio pacTu-
TEJBHBIX KJIETOK U 00pa3oBaHNEe MMU METaOOJIMTOB,
aCCUMWIMPYEMBbIX OaKTEPUSIMU.

OnHako JeTajabHbIA aHAJIN3 B3aUMOIECTBUIT pac-
TeHUI C pU300USIMU 1 arpoOaKTEPUSAMU TToKa3al TJIy-
0oKMe pa3inuusi UX MOJIEKYJISIPHBIX MEXaHU3MOB
(ta6a. 1). JelicTBUTEIbHO, arpOoOaKTEPUU OCYIIIECTB-
JISIIOT TEeHETUYEeCKYlo TpaHchOpMallvio KJIEeTOK Mo-
KPBITOCEMEHHBIX (MHOTUX IBYIOJbHBIX U HEKOTOPBIX
OIHONOJBHBIX) TTyTeM mnepeHoca B Hux T-JIHK, ko-
nupymoleit cuHTes: a) GUTOrOPMOHOB, IO/ AECTBU -
€M KOTOpbIX (hOpMHUPYETCS KOPOHYATBIM TaJlsl WU
“Oopoaarblii KOpeHb”; 0) OMUHOB — MPOU3BOIHBIX
aMUHOKMCJIOT, ClleIUudUUecKd yCBauBaeMbIX TeMU
lITaMMaMu OakTepuil, KOTOpbIe KOJOHU3UPOBAIU
pacteHue (Matveeva, Lutova, 2014). B To ke Bpewms, B
06000BO-pU300MATIBHOM CUMOMO03€, HECMOTPS Ha €To
ropasno 0oJjiee CI0XHYIO KJIETOUHYIO OpraHu3aluIio,
MepeHOC TeHOB MEXIy TMapTHepaMU He 3aperucTpu-
pOBaH.

B cBsI3u € 3TUM CTaHOBUTCS OYEBUAHBIM, UYTO T€H-
HbIE CUCTEMBbI, KOHTPOJUPYIOIKE 00pa3oBaHUE Oy~
XOJiell U KIIyOeHbKOB, BO3HUKJIM Y OaKkTepuii cemeii-
ctBa Rhizobiaceae He3aBUCUMO, a UX NapajieaIbHas
9BOJIIOLMS OTIpeneisuiach TeM, YTO OOIIMI MpeaoK
pu300uii U arpobakTepuii UMea T€HEeTUYECKU O00y-
CJIOBJICHHBIE MTPEATATITALINY K CYIIIECTBOBAHUIO B pac-
TUTEJbHBIX TKaHsIX. K MX 4KMciTy MOXeT ObITh OTHECEH
CUHTE3 UMKINYECKUX [-TII0KaHOB, HEOOXOMUMBIX
TSI TIPEOI0JIEHUSI OCMOTHUUYECKHUX CTPECCOB, KOTOPHIM
OakTepuu IoaBepraroTcs in planta. OToT CMHTE3 KO-
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Ta6auua 1. BzaumoneiicTBust pu300uit M arpodbakTepuril C paCTEHUSIMU

BzaumoneiictBus Puzobun ArpobakTepuu
TpaHCKPUITIIMOHHAs aKTUBAIUsI TeHOB | (h1aBoHOMIAMU alleTOCUPUHTOHOM
BUPYJICHTHOCTH PACTUTEIBHBIMU (OIMHOKOMITOHEHTHBIi1 (IBYXKOMIIOHEHTHBII PETYIATOD
curHajamMu (peHOJIbHOM! IIPUPOIBI perynsitop nodD) virA/virG)

HCpCHOC 6aKTCpI/IaIII)HbIX T€HOB HC BbISABJICH

B paCTCHUA

IMponudepaiinst paCTUTEIbHBIX KJIIETOK, | TUITOXUTOOJIUTOCAXapUIHBIMU
Nod-dakTopamu 6akTepuii

WHAYyUUpyemast:

PasButHe y pacTeHUit HOBBIX CTPYKTYD | TMCTOJIOTUYECKHU

INepenoc MeTabOIUTOB:
pacTeHuss — 0aKTepUuu

GakTepuu — pacTeHUS

IMomnepxxaHue 6akTepuit
B TKaHSIX paCTeHUI

nuddepeHIUPOBAaHHBIE KITyOSHbKI

TMKapOOHOBBIE KUCIOTHI
(uctounuku C)

aMMOHUIT (AMMHOKMCJIOTBI?)

MPOUCXOAUT PETYISIPHO (MHTETPpaLIMST
6akrepuanbHoii T-JIHK
B XPOMOCOMBI XO3STTHA)

(GUTOropMOHaAMM, KOTOPbIE
CUHTE3UPYIOTCS] pACTUTEIBHOM
KjaeTkoi noxa KoHntposaem T-JAHK

HenndGepeHIIMPOBAHHBIE OITYXOJIU
wiu “OopomaTbie” KOpHU

onuHbl (McTouyHuku C u N)

HC BbIABJIICH

CUHTE3 IUKINIECKHX B-TIIOKAHOB, KOIUPYEMBI TOMOJIOTUYHBIMY TeHAMU AdV
(pu306un) u chy (arpodbakTeprum)

Ta6auna 2. [TepeHoc B arpobakTepun Sym-1iazmu (pSym) U3 6bICTPOPACTYILUX PU300UIA, pa3InyaloIUXCs 10 X03sHCKOit

Cen(PUIHOCTH
CBoiicTBa KITyOEHBKOB, 00pa3yeMBbIX
pEeKOMOMHAHTaMM Ha pacTeHUSIX-X03sieBax
HonHop pSym Xoastiickas cneluuIHOCTh JOHOPOB pSym JOHOpa
CtpyKTypa N,-dukcaus
Sinorhizobium meliloti y3Kast (poabl Medicago, Melilotus, Trigonella | aHomanbHast OTCYTCTBYET

u3 TpudsI Trifolieae)

Rhizobium leguminosarum
(bv. viciae, bv. trifolii)

u3 Tpudkl Trifolieae)
Sinorhizobium fredii,

Rhizobium tropici M TI0JICEMEMCTB 000OBBIX)

y3Kag (s bv. viciae ponbl Lathyrus, Lens,
Pisum, Vavilovia, Vicia u3 Tpu0bI
Fabaeae; nns bv. trifolii pon Trifolium

IMpoKas (TIpeIcTaBUTEeIN pa3HbIX TPUO

61M3Ka K HOPMAaJIbHO# | OTCYTCTBYeT

HOpMaJibHasA IIPOUCXOOUT

IMPYETCSI TOMOJIOTUYHBIMY TeHaMu ndvAB przobuii u
chvAB arpobakTepuii, ”THaAKTUBALUSI KOTOPHIX BbI3BI-
BaeT yTpaTy COCOOHOCTU KOJJOHU3UPOBATh PACTEHUS
(Breedveld, Miller, 1998).

Ananm3 dunorenuu 6akTepuit mopsinka Rhizobia-
les TIO3BOJIMII TIPEAIIONOXUTH, YTO KIyOCHBKOBBIC
a30T¢UKcaTOpbl BOZHUKAIM KaK U3 CBOOOTHOXUBY-
IIUX O-TPOTe00aKTEepUid MyTeEM MPSMBIX huananuii
(cemeiictBo Bradyrhizobiaceae), Tak 1 n3 6uoTpod-
HbIX TaTOT€HOB IMyTEM TOPU30HTAJIbHOIO TepeHoca
reHoB (cemeiictBo Rhizobiaceae) (Provorov, Andro-
nov, 2016). B miepBoM citydae MPOMCXOOVI TIEPEXOM
GakTepuii OT (HOTOTPOGHOTO K CHUMOUOTPOGHOMY
MUATAHUIO yIiepoaoM (yTpaTta (hoTocuHTe3a, QYHKIIU-
OHaJIbHO 3aMelllaeMoro oopazoBaHueM Nod-@pakTo-
POB), 3a KOTOPBIM TIOCJIeIOBaJIa CrielMaInu3alus nif-

MUKOJOI'A U ®PUTOIIATOJIOTUA

TeHOB K (bYHKIIMOHUPOBAHMUIO in planta n yrpaTa 6aK-
TepusiMU criocobHocTu ukcuponathb N, ex planta. Bo
BTOPOM CJIydae IIPOMCXOMMIIO 3aMellleHne OuoTpod-
HOTO napasutusma (OHKoTpaHchOpMaIus pacTeHUH,
KoHTponupyemas: Ti- u Ri-Tuta3MugamMu arpobakre-
puii) oopazoBaHueM N,-DUKCUPYIOIINX KIYOEHBKOB,
KoIupyeMbIM Sym-1utazmMuaamu puzoouii. [1pu atom
MposIBJIeHWE CUMOMOTUYECKUX TIPU3HAKOB TOHOpAa
3aBUCUT OT IIIMPOTHI €TI0 XO35IMCKOM cnelin(UIHOCTH,
YTO, NMO-BUIAUMOMY, CBSI3aHO CO CITOCOOHOCTHIO Tepe-
HOCHUMBIX Sym-T€HOB BKCIIPECCUPOBATLCS B IreTepo-
JIOTMYHBIX pelunueHTax (Tadi. 2).

OFpaHI/I‘lCHHOCTb MMPAMBIX 9BOJIOLIMOHHBIX IIEPEC-
XOIIOB MEXITy ITapa3suTaMU U MyTyaICTaMU pacTCHMIA
IoKa3ajl TakKe (puioreHeTHYeCKnii aHaiIm3 GakTe-
puit pona Burkholderia, napa3zutnyeckue BUIbI KOTO-
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PBIX KJIACTEpU3YIOTCSA Ha AEHIPOTpaMMax OTAEIHHO
oT KIyoeHbKoOOpasywimux BuaoB (Coenye, Van-
damme, 2003; Stoyanova et al., 2007). Takas ¢ujiore-
HeTu4yecKast cTpykrypa Burkholderia oTpaxaer ogHy
U3 OCHOBHBIX CTpaTeTWii 3BOIONUM KIyOCHBKOBBIX
a30T(¢UKCATOPOB, CBA3AHHYIO C TEPEHOCOM Sym-Te-
HOB 13 pU3001ii B HepoacTBeHHbIe UM OakTepun (El-
liott et al., 2007; Provorov, Andronov, 2016).

DKcnepuMeHTaIbHasA MOJeb, KOTOpasi MO3BOJIU-
Jla BOCIIPOM3BECTU 3Ty 3BOJIOLIMOHHYIO CTPaTEruio,
ObUTa CO3/1aHa Ha OCHOBE JIBYX [-TipoTeoGakTepuii —
mytyanucta Cupriavidus taiwanensis (obpasyeT N,-
duUKcupyome KI1yoeHbKN y 0000BBIX pona Mimosa)
u napasuta Ralstonia solanacearum. Ilpu mepeHoce
Sym-nnasmunbl us Cupriavidus taiwanensis B Ralstonia
solanacearum OB TOJIYYeHBI pPEKOMOMHAHTHI, KOTO-
pbie 00pa3yroT Ha KOPHIX Mimosa KTyOeHbKY C Hello-
pPa3BUTHIMU UHMEKIIMOHHBIMU HUTSIMU, HECIIOCO0-
HBIMHM OCBOOOXKIIATh OAKTEPUH B PACTUTEIbHBIC KITET-
k. CTpyKTypa 3TUX KJIyOEHbKOB HOpMajM30Bajlach
MOCJjIe TOro, KaK y peKOMOMHAHTOB MHAKTUBUPOBAIU
reHbl ArcV (KOMIIOHEHT CUCTEMBI O€IKOBOM CeKpeln
III Tuna) u ArpG (peryastop BupyJeHTHocTH) (Mar-
chetti et al., 2010).

Takum o0pa3oM, pOACTBO OBICTPOPACTYILIUX PU-
3001 ¢ (pUTOMATOreHAMM CBS3aHO HE C ITOCTEIeH-
HBIM TIpeoOpa3OBaHMEM AHTATOHUCTUYECKOTO CHM-
0103a B MyTyajii3M, a C LIUPKYJsUKeil B acCCOLMUPO-
BaHHBIX C pPacTeHUSIMH MUKpPOOMOMaX He3aBHUCHUMO
BO3HUKIINX OJIOKOB T€HOB, KOAVPYIOIINX pa3HOHA-
MpaBJIeHHbIE B3aMMOACKCTBUS TapTHepoB. TeM He
MeHee, STUX CUMOMOHTOB MOXXHO pacCMaTpUBaTh Kak
KOMITOHEHTHI €IMHOTO 3BOJIIOIIMOHHOTO KOHTUHYYMa
B CBSI3U C HAUIMYMEM Y PACTEHUN YHUBEPCAJIbHBIX CU-
CTeM JUTST KOHTPOJISI MyTyaIn3Ma U aHTarOHU3Ma.

Apxuit mpuMep MepeKTIOYeHUS 3aIIUTHOM CUCTE-
MBI XO3siHa Ha KOHTPOJIb MYTYaJIUCTUYECKOTO CHUM-
0Mo3a IpeACcTaBIISIIOT HeOobIne (35—75 aMUHOKUC-
JIOTHBIX OCTaTKOB) HucTeuH-0oraTteie NCR-06enku,
CXOOHEIE ¢ nedeH3nHaMU, KOTOPEIE Y4aCTBYIOT B I1O-
JIaBJIEHUM aHTarOHUCTOB PacTeHUI — OaKTepuii, TpHr-
60B 1 HaceKoMbIX-(putodaros (Glew et al., 2014; Ma-
roti et al., 2015). [IpoHunKas B ux KJIIETKU, Ae(EH3NHBI
HapylIaloT CUHTE3 OEJIKOB, YYaCTBYIOIINX B MaTpU-
HBIX ITPOLIECCax U B MIPOXOXICHUU KJIETOYHOTO [IUKJIa
(Bxrouast pudbocomHusble 6enku u JIHK-nmonmmmepasy).
B sBomonnm nedeH3MHOB BaxKHYIO pOJIb UTPAcT Iy-
TUTAKAIUSI-IMBEPTEHIIASI TEHOB, B CBSI3U C YEM 3TU
OCeJIKI KOOUPYIOTCS OOIIMPHBIMU T€HHBIMHM CEMEIi-
CTBAMM, HACUUTHIBAIOIINMU Y HEKOTOPBIX PACTEHUN
cotHU romoJsioroB (Fan, Doerner, 2012).

'V 6000BBIX TAJIETOMITHOTO KOMITIICKCA, BKITIOYast po-
nbl Galega, Medicago, Pisum, Trifolium, KoTopbie 00pa3y-
0T HeleTepMUHUpPOBaHHbIe KiIyoeHbKr, NCR-0Oenku
CUHTE3UPYIOTCI B WHQPUIIMPOBAHHBIX PU300OUSIMH
KJIeTKaX 1 OJJOKUPYIOT JieJieHUue 0aKTepOua0B, BbI3bI-
Basl UX MOJIUIUIOMAM3AIUIO M MepeKIoYeHNE Ha aK-
TUBHY10 dukcanuio N,. [Tocie otMmupaHus KiyoeHb-
Ka 1 BbIXOJIa COAEPKAIIMXCSI B HEM OaKTepUid B IOYBY

MUKOJIOTUA YU OUTOIIATOJIOTI'UA
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GaKTepor bl TUOHYT, HO BHYTPUKIYOEHBKOBBIM KIIOH
MOBBIIIAET CBOIO YUCJIEHHOCTD GJ1aromapst pa3MHOXKE-
HUIO 6aKTepUii B MHOTOYUCIEHHBIX MH(MOEKIIMOHHBIX
HUTSIX. B nJeTepMUHUPOBAaHHBIX KIIYOeHBKAX, XapaK-
TepHBIX MJ1s1 ponoB Glycine, Lotus, Phaseolus, nndde-
pPEeHIIMPOBKA pU300UIi B HECIIOCOOHBIE K Pa3MHOXKE-
HUIO (HOPMBI HEe MPOUCXOAUT, U BHYTPUKIIETOUHEIE
GaKTepoOunIbI IOCJEC BBIXOAA B ITOYBY MEPEXOIAT K aK-
TUBHOMY pa3dMHOXeHU10. OHO UTpaeT BaskKHYIO POJib B
MOIAEPXaHUU BbICOKOM YMCIIEHHOCTU SHI0CUMOUO-
TUYECKUX OaKTepuii, KOTopasi B JEeTePMUHUPOBAH-
HBIX KIIyOeHbKax OrpaHu4YeHa HU3KON CTaOWJIbHO-
cThIo MH(pEeKIMOHHBIX HUTel (Maroti et al., 2015).

PexpyrupoBanue NCR-06e1KOB B cucteMy peryisi-
LIMM a30T(UKCUPYIOLIET0 CMMOU03a — SpKUit Mprumep
YCUJIEHUS] OTPULIATEJIbHBIX OOpAaTHBIX CBS3EM MapTHE-
POB TIpU 3BOJIIOLIMU MYTyajl3Ma, KOTOPbIii OCHOBaH
Ha UX TTOJIOKUTEIbHBIX OOpaTHBIX CBA3SIX, OTpenesis-
eMbIX 00beIuHEHHbIMU cuctemMamu C- u N-meTado-
nusMa. [TocKobKy MoJ0XKUTeIbHbIE OOpaTHbIE CBSI3U
CIIOCOOHHI AecTtabrim3upoBarh 6uocucremy (Eissing
etal., 2004), s monaepxaHus MyTyajir3Ma OOJIbIIOe
3HaYEHUE UMeeT KOHTPOJIb Hall pa3MHOXKEHUEM MUK~
POCUMOMOHTOB CO CTOPOHBI X03siMHa. B aKosiornue-
CKM OOJIMTaTHOM CUMOMO3e, TP KOTOPOM CUMOMO-
TUYECKU CIeUATU3UPOBAHHBIE MUKPOOPTaHU3MBbI
COXPaHSIIOT CIOCOOHOCTh K aBTOHOMHOMY CYILIECTBO-
BaHUIO, YCUJIEHUE KOHTPOJISL Hall UX XU3HEAESITeb-
HOCTBIO JOoCTUraetcsi 6jaromapsi pakTopaM 3alluThl
OT ITaTOreHOB. B KirybeHbKax 0000BBIX 3T (haKTOPBI
MpPEeACTaBIeHbl AKTUBHBIMU (OpMaMu KHUCJIOPO/a,
OCYIIECTBJISIONIMMU KOHTPOJIb UYMCIACHHOCTU PU-
30011 Ha paHHUX CTaAusIX CUMOKO3a — MPU pa3MHO-
KeHUU B MHpeKunoHHbIX HUTAX (Tsyganova et al.,
2009).

1.3. DKcmyaTanuonnbie CMMOMO3bI. [1J1sT 3ydeHUs
9BOJIIOLIMOHHOM CBSI3U MYTyaJIUCTUYSCKUX U aHTaro-
HUCTUYECKUX (POPM MUKPOOHO-PACTUTEIILHOTO B3a-
MOJEHCTBMS OONBIION MHTEPEC MPEACTABISIOT “3KC-
IUTyaTallMOHHbIC CUMOMO3bI”, B KOTOPBIX HA0JIIOJAI0T
MapasuTUpPOBaHUE PACTCHUII Ha MHKPOOPraHM3Max
(Bruns, Bidartondo, 2002). Hampumep, s opxun-
HBIX PaCTEHMI XapaKTepeH ITepeXxo/I K MUTAaHUIO yTIjIe-
pOIOM, MOIYyYaeMbIM OT MUKOPU3HBIX TPUOOB: 00JIb-
IIIMHCTBO BUOOB ceMelicTBa Orchidaceae SABISIIOTCS
MUKOTreTepoTpodaMm, 4YaCTUYHO WU IIOJHOCTBIO
yrpatuBimmMu  ¢orocuHTe3 (Smith, Read, 2008).
Y MHOTUX OPXMIHBIX BBISIBJIEHA PEIyKLIUs KOPHEM,
KOTOpBbIe TPaHC(HOPMUPYIOTCSI B OpraHbl XOCTUHTA
MUKOOVOHTOB 1 YCBOSHUSI ITOCTABIISIEMbIX MU TTUTA~
TeJIbHBIX BEILIECTB, YACTO IIPOUCXOISIIIETO ITyTEM pa3-
pYLIEHUS TPUOHBIX TUD.

DBOJIIOLIMS OPXUTHOM MUKOPU3BI TTPEACTABIISICTCS
napagoKCajibHOM, IIOCKOJbKY yTpaTe pacTeHUSIMU
¢doTocuHTE3a MpeAlecTBOBaIa MOTepsi CIIOCOOHOCTHU
K CAMOCTOSITEJIbHOMY SMOpPHOTEHE3Y: OH CTaJl MOJIHO-
CTbIO 3aBUCUMBIM OT MUKOOMOHTOB, KOTOPbIE KOJIO-
HU3UPYIOT CEMEHA, JIMIIIEHHbIE 3aMaCHbIX MUTATEIb-
HBIX BelllecTB. TeM He MeHee, Takas aganTUBHas
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CcTpaTerusi oKas3ajlaCh BeChbMa YCIICIIIHOM, YTO JOKa-
3BIBacTCSI BBICOKMM pasHoobpasueM Orchidaceae
(BTOpOE MO BEJIMUYMHE CEMECTBO [IBETKOBBIX, HACUM-
teiBaeT 1o 35 000 BumoB: Goncharov et al., 2015), a
TakXe TIpOLBETaHMEM psila ChelaIu3upOBaHHBIX
MUKOTeTepoTpodHBIX (hopM. MIX MpUMepOM SIBIIsSIETCS
poxn Galeola: HecMOTpst Ha OTCYTCTBUE (DOTOCUHTE3a U
CTPOTrO OOJIMTaTHYIO 3aBHUCHUMOCTb OT IPpuOOB, €To
MpeaCcTaBUTENM 3aHMMAIOT OOIIMPHBIA apeai (pac-
npoctpaHeHsl B Uuauu, FOro-BocTouHoit A3un, AB-
CTpaJiii) U UMEIOT KPYITHBIE pa3Mephl (IJMHa CTeOIs
y BbIOIIMXCS (POPM JOCTUTAET HECKOJIbKMX METPOB:
Cameron, 2009).

Ucnonb3osanue uzotonHsix (*C) MeTonoB noka-
3aJ10, YTO OCHOBHBIMM MCTOYHUKAMM yrjepopa, Io-
JIy4a€MOTO OPXUIHBIMU OT CBOUX MUKOOUOHTOB, Ha-
npumep, ot Rhizoctonia, OOBIYHO SIBJISIIOTCS IpyTrUe
pacTeHUs, C KOTOPBIM 3TU TPUOBLI 00Pa3yIoT SKTOMU-
KOpH3HbIe VIV MapasuTapHble CUCTEMbI. TaKUM 00-
pa3oM, pacTeHHS “IKCITyaTUPYIOT He CBOOOIHOXM -
BYIIIME€ TpUOBI, a PACTUTEJIbHO-TPUOHBIE CUMOMO3bI
(Taylor et al., 2003), 4To MOXeT MPUBOAUTH K IEpe-
pacrpeaelIeHUIO yriepoia MexXIy WieHaMu (PUTOLIe-
HO3a, omnpeesssi ero 6uopasHooOpas3rie M 9KOJIOrU-
yecKylo ctabmibHOoCTh (Smith, Read, 2008).

MuxoretrepoTpodHbIE pPacTeHUSI pacHpOCTpaHe-
HBI ¥ 3a TIpenenaMu ceMeictBa Orchidaceae: OHU BBI-
SIBJICHBI CPEIU IBYIOJIbHBIX, IAaIIOPOTHUKOB 1 MOXO-
o0paszHbix (Bidartondo, 2005). Mx spkumM npeacTaBu-
TeJeM SBIISIETCS “CHexXHoe pacteHue” (Sarcodes
sanguinea, FEricaceae), pacnpoCTpaHEHHOE B Jiecax
Kamudopauu m mapasurupyloiiee Ha rpude Rhizo-
pogon. DTO HEOOBIYHOE PACTeHHME PEeIyLIMPOBAHO IO
KOPaJ/UIOBUIHBIX CTPYKTYpP, KOTOpPHIE Pa3BUBAIOTCS B
MOYBE, TECHO KOHTAKTHUPYS C TPUOHBIMU TUdaMu, U
JIMIIb B MIEPUOJ [IBETEHUSI 00Pa3ylOT KOPOTKOXUBY-
mue reHepatuBHble moderu (Bruns, Bidartondo,
2002). BaxkHO OTMETUTb, YTO MUKOTE€TEPOTPODUS SIB-
JISIETCSI BeChbMa IPEBHEM 9BOIIOIIMOHHOM “HaXomgKoi”
Ha3eMHBIX PaCTEHUIA: OHAa XapaKTepHa IIJISI raMeTo(u-
TOB psifia CIIOPOBBIX (HAIIPpUMEDP, HalIOPOTHUKOB), KO-
TOpBIE JTUILIEHBI (POTOCUHTE3a U CITIOCOOHBI K HE3aBU-
CHMOMY OT cIiopoduTa pa3BUTHUIO Oarogapsi yriaiepo-
oy, moctymnatoiiemy oT rpuboB (Read et al., 2000;
Arnautova, 2014). Bo3aM0OXHO, 4TO 3KCIUTyaTallOH-
HBIII CUMOMO3 — 3TO aHIecTpajbHas ¢opMa pacTU-
TEJIbHO-TPUOHOTO B3aMOIECTBHSI, B 9BOJIIOLINH KO-
TOPOTO MUKOPHU3HBIE TPUOKI “HAyJYMIIMCH~ M3BJIEKATh
13 X035IeB YIJIepoJl B 0OMEeH Ha MUHEpaJbHOE U BO-
HOe TUTaHue, a napasuTudeckKre rpudbl mepeluiu K
06e3B0O3ME3THOMY ITOIYYCHUIO yIiepoaa OT pacTCHUIA.
B cBs131 ¢ 3TUM penyKiust KOpHE Yy MUKOTETEPOTPO-
¢$OB MOXET paccMaTpUBATLCS KaK PEBEPCUS K CUM-
onoTpodHOMY Pa3BUTUIO, IPU KOTOPOM OCHOBHOM
¢yHKIIMEH TTOI3eMHbIX OPTAaHOB OBLIT XOCTUHT MUKO-
OMOHTOB, 00ECIIeYNBABILIMX ITUTAHUE PACTCHUIA.

MUKOJOI'A U ®PUTOIIATOJIOTUA

2. BAIIUTHBIE CUMBHO3bI

3aluTHbIE MUKPOOHO-PAaCTUTEIbHbIE CUMOMO3bI
OCHOBAaHbI HA MPUHIMNHUATBHO WHOW, HEXEIU TPO-
duyeckne cUMOUO3bI, CTpaTErMu B3aMMOJEUCTBUS
MapTHEPOB: CUMOWMOHTHI, MOAABJSIONINE Pa3BUTUE
¢duTornaroreHoB, JMOO XKUBOTHBIX-(pUTOdaros, He
SIBJISTFOTCST IJTSI XO35I€B MOCTABIIUKAMM MUTATEIbHBIX
BELIECTB. bBUOKOHTPOJIb aHTATOHUCTOB, CBSI3aHHbIN C
WX UCKJTIOYEHUEM C TIOBEPXHOCTHU WJIY U3 TKaHEH pac-
TEHUSI, ONPENEIISIETCS CUHTE30M AaHTUOMOTUKOB WA
TOKCHHOB, JTUOO MHAYKIIMEN Yy XO351€B 3allIUTHBIX pe-
akuuii (MMMyHU3al1eit), BbI3bIBAeMOM KaK XXUBbIMU
MUKPOOPTAaHU3MaMHU, TaK WU HEKOTOPBIMUA WX OYU-
IIIEHHBbIMU KOMITIOHEHTaMu. [ToaTOMYy 110 MOJIeKyIsip-
HBIM MEXaHW3MaM B3aUMOJEUCTBUSI C PACTCHUSIMU
MHOTHUE 3alMTHbIe CUMOMOHTBI CXOIHBI ¢ (pUTONATO-
reHaMU Y MPOSIBJISIIOT OJIM3K0Oe POACTBO C HUMU.

2.1. I'pu6b1. 'pynmoii rpuboB, IS KOTOPBIX XapaK-
TEPHBI TIEPEXO/Ibl MEXY MaTOr€HAMU U MYTyaJIucTa-
MU, SIBJSIETCSI CEMENMCTBO CNOpbIHbeBbIX — Clavicipi-
taceae (Ascomycota), BKJIIO4alomee poawl Balansia,
Claviceps, Cordyceps, Epichloé u Neotyphodium (White
et al., 2002). 3amuTHble CUMOMO3bI, KOTOPbHIE 3TU
rpuObl 00pa3yloT C pacTeHUSIMU, TPENCTABJISIIOT CO-
0o0ii Mo3auKy 3 (eKTOB MyTyaIn3Ma, IIPOSIBIASIEMbIX
Ha OpPraHU3MEHHOM WU TOMYJISIHUOHHOM YPOBHSIX, U
aHTaroHM3Ma, Kak MpaBuio, OrpaHUUYEeHHBIX KJIETOU-
HbIM U TKaHEBbIM YpPOBHSIMU. B 3BOJIIOLIMM CIIOpBI-
HbEBbIX TPUOOB, HAMTPaBJIEHHON Ha yCUJIeHe MyTya-
Jiu3dMa, BO3HUKJIa CUCTeMa UX BEPTUKAJIbHOI Mepeaa-
YU TIPU Pa3MHOXEHUM XO35€B, a TaKXKe YTPaTUJIMCh
nosioBble npoliecchl (Hahn, Mendgen, 2001; Ta6. 3).

Ilepenaua yepe3 ceMeHa 371aKOBBIX PAaCTEHUI TH-
MUYHa 151 MyTyaJaucTuueckux dopm Neotyphodium,
TOTga KakK IUISI IOJIYyHNaTOTeHHBIX CUMOMOHTOB Epi-
chloé ona He xapakrtepHa (Schardl et al., 1997). DTo
CBsI3aHO C TeM, 4YTo Epichloé BbI3bIBaeT y pacTeHUit
“gexTOBNUOHYIO 00JIe3HB”: TU(MBI dHIO(UTa ITpopac-
TalOT Ha MOBEPXHOCTh IMoOera u o0pa3yloT BO3MYIII-
HbIM MULEIWI, TMONABJISII Pa3sBUTUE COLIBETUI, HO
ycwiauBasi BeretaTuBHBIA pocT. Ilo-Bummmomy, oT-
CYTCTBME BEPTUKAJIILHOI Mepenayu, CBI3aHHOE C CO-
XpaHEHMEM dHI0(UTAMU aBTOHOMHOTIO CyIIIeCTBOBA-
HUSI, CIIOCOOCTBYET IIOMAEPXKAHUIO Y HUX IIMPOKOM
xo3giickoit cneuudpuuHoctu (Craven et al., 2001).
IMosTomy misti matoreHHbIX dopMm Epichloé maparn-
JIeIbHAS OIMBEPIeHIMS C PAaCTEHUSIMM-X03sIeBaMU He
XapaKTepHa M KOHTPYSHTHOCTb (PUIIOreHUil mapTHe-
pOB OTCYTCTBYET, TOIJa KaK y MYyTyaJIMCTUYECKUX
dopMm Neotyphodium Takass KOHTPYSHTHOCTh OOBIYHO
nposipisieTcs (Schardl et al., 1997).

Btopast 3akoHOMEpPHOCTh 3BOJIIOLIMU, W3BECTHAasI
Kak “3akoH Jloy—JIstouca” (Law, Lewis, 1983; Par-
bery, 1996), TMnMYHa IIsI MHOTHX CUMOMOTHYECKUX
rpuOOB: €€ WUIIOCTPUPYET yTpaTa IIOJOBBIX IPOILeC-
COB Y TJIOMYCOBBIX 1 TUXEHU3UPOBAHHBIX IpruboB. Mx
MyTyaJlUCTUYeCKNe (DYHKIIUH IPOSIBJISIOTCS HA BeTe-
TaTUBHBIX CTAAWSIX KM3HEHHOIO LKA TPHUOOB, KO-
TOpbI€ MOTYT 3aM€EILATh €ro “COBEpIICHHbIC” CTaIUMN.
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Ta6auna 3. CpaBHUTEIbHBIN aHAJIN3 CUMOMOTUYECKUX CBOMCTB Pa3JIMYHbBIX MPeACTaBUTENE ClTOpbIHbeBbIX TpuboB (Clavi-

cipitaceae)
CpoiicTBa Claviceps Epichloé Neotyphodium
[TonoBbIe mpolecchl B n1010BBIX TEIaxX, CKICPOLUSIX, B nepurenusx, Ha pacteHUsIX | OTCyTCTBYIOT
ocJjie Ux oraaaHusl B TOYBY
BeprukanbHas nepenaya| OTCyTCTByeT Tonbko y myryanuctuyeckux | [Ipoucxomur

pY pa3MHOXEHUU
pacTeHU-X0351€B

WNudpunupoBanue Yepes necTUK — aCKOCIIOpaMHM WA
pacTeHuit KOHUIUOCIIOPaMU ITO0 MEXaHU3MY,
CXOITHOMY C TIpOpacTaHWEM TTbLTb-
LIeBOI TPYOKM; COITPOBOKIAETCS
paspylieHueM 3aBs3eit
PacnpoctpaneHnue JlokanbHOE (B LIBETKE)

B paCTEHUSIX
ITaTorenHsie a3 deKThI
CKJIEPOLIUSIMU

Poct muiienus ex planta | Toiabko B 1a00paTOPHBIX YCIOBUSIX

PaspyiieHue 3aBsi3eil, 3aMelaeMbix

dbopm

Yepes mmecTuk — acKoCIHo-
pamMu, 0e3 pa3pylIeHus
3aBsi3eil

Yepes mopaHeHUsT

CucreMHoe (Haa3eMHbIe
OpraHbl)

CucreMHoe (Haa3eMHbIe
OpraHbl)

YexmoBuaHast 00J1€3Hb 371aKOB,
OJI0KMpYIOIas LIBETEHE

OTCYyTCTBYIOT

TTpoucxoaut B HOpMe ITpoucxonuT B HOpMe

IMo-BuaMoMy, 1Jig 3TUX IpuOOB yCUJIEHUE MYTya-
JIM3Ma amgalliTUBHO OoJjiee 3HAYMMO, YeM COXpaHeHUe
TTOJIOBBIX ITPOIIECCOB.

I'pu6kl cemeiictBa Clavicipitaceae — ynobHast MoO-
JeJib TS U3yYeHUs] MOJIEKYJISIPHBIX U TTOMYJISILIIMOH-
HbIX MEXaHU3MOB Mepexo/ia MEeXIy Pa3InuyHbIMU TH-
nmaMu cuMOMOHTOB. Ee co3maHue CBSI3aHO C TeHeTH-
yecKuM aHaym3oM Epichloé u Neotyphodium (Tsai et al.,
1994; Schardl, 1996; Moon et al., 2002, 2004; Schardl
et al., 2008). B kauecTBe MHAMKATOPOB 3BOJIIOLIMOH-
HOTO TIpoliecca 3TU aBTOPbI UCITOJIb30BaJIM KOHCEpBa-
TUBHbIE TeHbl, komupywinue pPHK, B-tyGynuH
(tub2) n dakrop anonrauun 1-o (tefl). C ux momo-
111610 Y TPUOOB ObLIU BBISIBIEHBI MpsIMble (hUIMALINN
[MaTOT€HOB B MYTYaJIMCTOB, KOTOpPbIE COMPOBOXAA-
JINCh peKOMOWHAalIME pa3TUIHbIX TUTIOB CUMOVIOHTOB,
npoucxoauBIIeil Ha (hOHEe MEXKBUIOBOI TMOpUIU3ALIMI
pacteHuii-xo3seB. [1py 3TOM KO3BOJIOLMS MAPTHEPOB
BKJIIOUasia: a) (GOpMUpPOBaHUE YCTOMUYMBOCTU pacTe-
HUH K 4eXJIOBUAHOI OoJsie3HM, Oiaromapsi 4eMy BOC-
CTaHaBIMBaJIOCh OOpa30BaHME COLBETUII HAa MHOU-
LIUPOBaHHBIX TToberax; 6) mpuodpeTeHue 3HI0PUTa-
MU CIIOCOOHOCTU KOJIOHU3MPOBATh 3aBSI3U U CeMeHa
(Clay, Schardl, 2002). O6ecneunBaeMasi 3TUM BEPTHU-
KaJIbHas Tiepeiaya MUKOOMOHTOB X03sieBaMU CITOCO0-
CTBYeT TIOBBILIEHUIO 3(hGhEeKTUBHOCTH MyTyaau3ma
(Gundel et al., 2008). ®uioreHeTUYECKUId aHAIN3
MapTHEPOB 3alIMTHOTO CUMOK03a MO3BOJIMII MIPEATIO-
JIOXKUTb, YTO KODBOJIOLIUS 3JIaKOBBIX pacTeHuit ¢ Epi-
chloé n Neotyphodium Oblna KJIIOUE€BBIM (DaKTOPOM
BO3HUKHOBEHUS IoacemelictBa Pooideae (Schardl
et al., 2008).

OmnucaHHbIE ClIeHAPUM IPEIYyCMaTPUBAIOT TOJIBKO
OIHO HaIIpaBJIEHME 3BOJIIOINY CUMOMO03a — OT aHTa-
roHusMa K myryaan3My. O BO3MOXHOCTH OOpaTHBIX
TEPEeX0I0B TOBOPUT NoiaydeHue y Neotyphodium viH-
Ne 2

MUKOJIOTHUA U PUTOMATOJIOTNA  tom 53

CepUMOHHBIX MYTallUii, HApYyIIAMIINX CIIOCOOHOCTD
rpuOOB CTUMYJIUPOBATh Pa3BUTUE PACTEHUI WM Ja-
>Ke MPUBOMSIIMX K ero yrHeTeHuto. MyTaluu Obuin
JIOKQJIM30BaHbl B TeHe hoxA, TIPOAYKT KOTOPOTO
(HAJ®-3aBucuMas OKCHIa3a) KaTalusupyer oopa-
30BaHME CYNEPOKCUIA MyTEM Nepeaayr 3J1€KTPOHOB C
HAJI® nHa MoexkyasipHblit Kuciopon. [To-Buaumo-

My, BblIeJsieMble TPMOOM MOHBI O, 00ECneuYuBaroT
€ro aBTOMHIMOMpoBaHUWE, Ojarogapsi 4yemy MyTya-
JIU3M, CBSI3aHHBIM C CUHTE30M CTUMYJISITOPOB pOCTa
Wi (PUTOMIPOTEKTOPHBIX (HaKTOpoB, MNpeobiiagaet
HaJ aHTaroHU3MOM, KOTOPbIN ompeaessieTcss aKTUB-
HbIM MOTPEOJEHNEM PACTUTEIbHBIX METa00IUTOB
(Tanaka et al., 2006). HapymieHue 6anaHca 3TUX 3¢-
($EKTOB yBEININBACT CKOPOCTh Pa3BUTUSI MyTaHTa in
planta, mpuBoasl K TpaHCGhOpMallMU MYyTyaJIuCTUYE-
CKOT0O cMMOM03a B MaTOCUCTEMY: YCKOPEHHOE pa3Bu-
TUEe Tpuba B TKAHSIX paCTeHUs] UHTUOUPYET POCT IMO-
ClIeMHEro U SIBJSIETCSl HeaJallTUBHBIM [Ji1 00OMX
MapTHEPOB.

Tpanchopmanusa mapasuTUIECKUX I'prUOOB B 3a-
IIUTHBIX CMMOMOHTOB nokKa3aHa u 1Jjist pona Colletotri-
cha:y C. magna 6bUIY TTOJIyYEHBI MyTaHTbI, COXpaHUB-
1I1e CIIOCOOHOCTh MH(MUIIMPOBATh PACTEHUSI, HO HE
BBI3BIBAIOIIME Y HUX CUMIITOMOB aHTpaKHo3a. Pacre-
HUSI, THGUIUPOBAaHHbBIE 3TUMU MyTaHTaMM, OTpPaxK-
JIIEHBI OT MPOHUKHOBEHUSI MCXOMTHOTO IATOT€HHOTO
mTaMMa OJaromapsi UHAYKIMU Y XO35I€B 3aIllIMTHBIX
peakuuii (Redman et al., 1999). HenatoreHHsie My-
TanThl C. magna MoaAepXuBaloTcs in planta B kaue-
CTBe OECCMMITOMHBLIX SHIO(UTOB, BBI3LIBAIOIINX
MMMYHU3ALMIO PACTEHUI: Y HUX aKTUBUPYETCSI CUH-
Te3 Imepokcuaas, pepMeHTOB (eHUIIPOIAHOUIHOIO
OyTu M (PUTOAJTEeKCHMHOB, KOTOpHIE OO0eCIIeYMBaIOT
OMOKOHTPOJb MaTOreHHBIX InTamMMoOB Colletotricha
(Rodrigues, Redman, 2008).
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INepexom MyTyaauCTOB pacTeHUIT B (PUTOATOTEHBI
XapakKTepeH U 11 TpnuooB pona Fusarium — BO30yIu-
TeJieit KopHeBbIX THUJIeit. Hanpumep, mtammsl F cul-
morum TOAIEPXUBAIOTCH in planta B KauecTBe 3all[UT-
HBIX CUMOHMOHTOB, TTOBBIIIAIOIINX YCTOMYMBOCTD pac-
TeHUIA K OCMOTUYECKUM U TeMIIepaTypHBIM cTpeccaM
(Rodriguez, Redman, 2008). Y 6aHaHa BbISIBJICHBI 9H-
nocdutHbie hopMbl F oxysporum, KOTOpbIE 3aIIUIIAIOT
X035IeB OT Mapa3suTUYECKUX HeEMATO I OJiarogapsi CUH-
Te3y MUKOTOKCHHOB (Sikora et al., 2008).

BaxxHoii TeHIeHLMel, XapaKTepu3yrolleii 3BOJII0-
IO TPUOOB-MYTYaIUCTOB, SIBJISICTCS PACIIUPEHUE UX
reHomoB (Kuldau et al., 1999). I1pu niepexone ot ma-
pa3suTHU3Ma K MyTyaJlu3My, OCYIIECTBISIEMOM B CUCTE-
M€ 3alIUTHOIO cuMOuo3a, y Epichloé u Neotyphodium
Ha0110/1a10T BO3HMKHOBEHME aM(MUTIIOUIHBIX U TeTe-
pOIUIOUIHBIX (POPM, HE CITOCOOHBIX K TTIOJIOBOMY pa3-
MHoxeHuto (Moon et al., 2004). CHuzKeH1e aganTUB-
HOT0 MOTeHIIMAJIa dHA0(MUTOB, CBSI3aHHOE C OIpPaHU-
YeHHeM UX PeKOMOMHAIIMOHHONW U3MEHYMBOCTH, T10-
BUIVMOMY, KOMIIECHCUPYETCsI BepTUKaJIbHOI Iepeaa-
yeil yepe3 cemeHa pacteHuii-xo3seB (Clay, Schardl,
2002). UHTEepeCHO OTMETUTh, YTO BECbMa KPYITHbIE
reHoMblI (cBbite 150 X 103 T.11.H. Ha rarUIOWAHBIN Ha-
0Op XpPOMOCOM) XapaKTEpHbI U JIJISI HECOCOOHBIX K
CaMOCTOSITeIbHOMY pa3MHOxKeH10 AM-rpu6os (Tis-
serant et al., 2013).

2.2. bakrepuu. [Ipsimble TIepexoabl MEXI1y MyTya-
JIMCTaMU U Tlapa3uTaMy PAcTEHUM XapaKTepHbl IJis
rpaM-TOJIOXKUTENbHBIX OakTepuit poma Clavibacter
(Rathayibacter), KOTOPBII BKJIIOYaeT IaToreHoB C. xy-
li n C. michiganensis, a Takxe (DUTONPOTEKTOPHBIA
Bun C. toxicus — MPOOYLEHT TOKCUHOB, obecreyrBa-
IOLIUX OMOKOHTPOJIb XMBOTHBIX-(putodaros (Metzler
et al., 1997). IlonoOHbIe pUIMALIMKU MOTYT ITPOUCXO-
IUTb Uy 6aktepuit Pseudomonas corrugata, KOTopble
BKJIIOUAIOT KaK MaTOreHOB, TaK U 3allUMTHBIX CHUM-
OMOHTOB — AHTAaroHMCTOB Iapa3UTHUUYECKUX I'PUOOB
(Catara, 2007). ®uTOnpOTEeKTOPHBIE CBOICTBA IICEB-
JIOMOHaJ1 00YCJIOBJIEHbI CHHTE30M aHTUOMOTUKOB (e~
Ha3MHOB, KOTOpbIE aKTUBHbI MPOTUB (y3apueBbIX
rpuboB, a TakKXKe MHAYKIIUEA CUCTEMHON YCTOMYUBO-
CTU XO351€B, CBSI3aHHOW C CUHTE30M XacMoOHara
(Lugtenberg, 2004). ¥V Bacillus nepexonbl ¢cBOOOTHO-
KUBYIIUX U pu3ochepHbIx (hopM (B. subtilis) B Tatore-
HOB pacTeHuii (B. cereus), HaceKOMBIX (B. thuringiensis)
WU TIO3BOHOYHBIX (B. anthracis) cBI3aHBI ¢ TIpHOOpe-
TEHUEM IUIa3MUJL, KOAUPYIOLLUX BUPYJIEHTHOCTb U 00-
pa3oBaHue TOKCHMHOB (Stephens, Murray, 2001).

Ilepexonbsl MeXxday MaTOreHaMM U 3alllUTHBIMU
CUMOMOHTAMU OMUCAHBI U IJIST arpOOAKTEPUiA, aBUPY-
JIeHTHbIe (OpMBbI KOTOPHBIX (Agrobacterium radio-
bacter) MOTYT CTUMYJIUpPOBaTh pa3BUTHUE paCTEHUIt
Oiaromapsl CHHTE3y ayKCMHOB WM dukcaumm N,
(Muronets et al., 2004). BuOKOHTpPOJILHEIN 3D deKT,
NposiBIIsieMblit A. radiobacter 10 OTHOLLIEHUIO K MMaTO-
TeHHBIM arpo0akTepUsIM, BBI3BIBAIOIIMM OOpa30Ba-
HUE KOPOHYATHIX TaJuioB (A. fumefaciens) nimu 00po-
naThix KOopHelt (A. rhizogenes), CBsI3aH ¢ TIPOAYKIIUEH

MUKOJOI'A U ®PUTOIIATOJIOTUA

aHTHOMOTUKOB arpounHoB. Hampumep, mramm K84
A. radiobacter criocobeH TIPOHUKATh B KOPOHYATHIC
raJutbl U yTUJIU3UPOBATh OTIMHbBI, BHITECHSISI U3 PACTU-
TeJIbHBIX TKaHEel BUPYJICHTHbIE arpobakTepuu 01aro-
napsl CuHTe3y arpounHa-84. biaromapst aToMy cBoOii-
ctBy mtamMM K84 MoxkeT ObITh MCMIOIb30BaH JJIs1 OO~
KOHTpPOJISI TIATOTEHHBIX IITaMMOB A. fumefaciens Ha
noceBax BuHorpanaa (Dessaux et al., 1998).

PaccMoTpeHHBIe OaKTepuM COXPAHSIIOT CITOCO0-
HOCTb K aBTOHOMHOMY Pa3MHOXEHUIO U TAKUM 00pa-
30M SIBJISIIOTCS (DaKy/IbTaTUBHBIMU, JIM0O0 3KOJIOTUYe-
CKHM O0JIUTaTHBIMM CUMOMOHTaMHU pacTeHunit. K uynciy
HEMHOTOYUCJIEHHBIX CUMOMOHTOB, KOTOPHIE 3TY CIIO-
COOHOCTb YTPaTWJIM, OTHOCSTCS HIMaHOOaKTepruun Nos-
toc azollae — a30TdUKCUPYIOLIME CUMOUOHTHI BOIHO-
ro nmarnopotHuka Azolla filiculoides (Ran et al., 2010), a
Takke (PUTOIIa3Mbl — ITapa3UTHl IIMPOKOTO Kpyra
nokpbelToceMeHHBIX (Oshima et al., 2013). Mx n3yue-
HHUE MOKa3aJio, YTO Mepexo]l MUKPOOPTaHU3MOB K Te-
HETUYECKM OOJIUTaTHOMY CHMMOMO3Y BBI3BIBACT yCHU-
JIEHHE Y HUX MYTYaJIMCTUYECKUX, TMOO aHTarOHUCTU-
YyeCKMX IIpU3HAKOB. Y MyTyanucToB Nostoc azollae
3TOT IIEPEXO[ COIPOBOXIAETCSI CTAHOBJICHUEM Bep-
TUKaJIbHOM Nepeaayu Ipyu pa3MHOXEHUU XO35EB: 11U -
aHOOaKTepUM KOJOHU3UPYIOT Meracrnopsl Azolla, xo-
TSI ¥ He IIPOHUKAIOT B MX IUTOILIa3My. s ¢puToruiasm
BepTUKaJIbHas Ilepeiadya pacCTeHUSIMUA HexapaKTepHa 1
noaAepXXaHUe STUX TEeHETUYECKU pPeaylMpOBaHHBIX
Mapa3suToOB B DKOCHCTEMAaX OITOCPEIOBAHO ITPOMEXKY-
TOUYHBIMU XO35I€BaMU-TIEPEHOCUMKAMU — JIMCTOTPhI3Y-
MU HacekoMbIMU (Oshima et al., 2013).

SAKJIIOYEHHUE

OmpenennB cUMOMO3 KaK JJIUTEIIBHOE B3aUMOIeii-
CTBHE HEPOICTBEHHBIX OpraHu3MoB, /le bapu (de Bary,
1879) u ero nocnenosatenu (Lewis, 1974), paznenuiu
OTHOIIIEHUS ITAaPTHEPOB Ha MyTyaJIUCTUYeCcKue (amari-
TUBHO BBITOIHBIC [IJISI BCEX YYACTHUKOB) M aHTATOHU -
CTUYECKME WJIM Napa3suTapHble (BBITOAHBIE TSI OTHUX
Y4aCTHUKOB, HO HEOJIaTrOIIPUSITHBIC IJIsI IpYyrux). Pas-
BUTHE 3TOTO ITOAX0IA CO3IaJI0 BO3MOXHOCTb IJISI U3y~
yeHUs] cMMOMO03a KaK COBOKYIMHOCTH pa3HOHAIIpaB-
JIEHHBIX OTHOIIICHUI IMapTHEPOB, OTHAKO TOMUHUPO-
BaHUE AaHTAarOHM3Ma HalI MYTyaJlu3MOM, KOTOpoe
npennojaran e bapu, He HallUIO MOATBEPXKACHUS.
OO0 3TOM roBOPST pe3yabTaThl U3YYCHUs OOIIMPHBIX
TCPYIIIT CUMOMOTUYECKUX MHKPOOPraHM3MOB, Cpeau
KOTOPBIX HE BBISIBJIECHBI maTtoreHHbie ¢opMmbl. K 1x
YMCIIy OTHOCSITCSI IMaHOOAKTEpUM, KOTOpbIe 00pa3y-
0T MYTyaJIUCTUYECKIEe CUMONO3bI C MPEACTABUTEISI-
MU BCEX OCHOBHBIX I'PYIIIT 3yKapuoT. B aTux cuMomo-
3axX pacTEeHMS UCHOJIb3YIOT CLIOCOOHOCTh LIMAHOOMOH-
TOB K a30T(UKCAIINU, )KUBOTHBIE — MX CITOCOOHOCTD K
doTocuHTE3y, a TPUOBI MOTYT UCIIOJb30BaTh 00a 3TU
npusHaka (Foster et al., 2011).

M3ydyeHne MOJEKYISIpHBIX OCHOB pPacTUTEIbHO-
MUKPOOHBIX CUMOMO30B MOKAa3aja0, YTO BCE M3BECT-
HOEe MX pa3HOooOpa3ue MpencTaBisieT COOOM eIMHBIN
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SBOJIIOLIMOHHEIN KOHTUHYYM, B paMKaX KOTOPOIO pe-
TYJISIDHO OCYIIECTBIISIIOTCS MEPEeXObl MEXIY MyTya-
J13MoM U aHTaroHusMoM (Provorov, 2009). Ero pac-
CMOTpEHHME BO3MOXHO B paMKaX ABYX KOHIIEIIIINIi:
a) “IIOIBMKHOTO paBHOBECHUS” MyTyaJii3Ma M aHTaro-
Hu3Ma (Elenkin, 1921), nepexoabl MeXIy KOTOPbIMU
MPOUCXOOAT IIPEUMYIIECTBEHHO Yepe3 CTaauio KOM-
MeHcaau3Ma; 0) “maeiioTpoIrtHoro cumMomno3a”, Ipe-
CTaBJISIIOIIETO CO00I MO3auKy (yHKIMM MyTyanu3Ma
M aHTaroHM3Ma, CYILIECTBOBAaHME KOTOPBIX B “UHu-
cTOM” BHUIe orpaHu4yeHo (puc. 1).

KoHuenuust niaeioTpornHoro cumMouo3a, Koropast
BOCXOOUT K TepMUHY “cuMmOumonapazutusm” (Skry-
abin, 1923), paccmaTpuBaeT CUMOMO3 KaK COBOKYII-
HOCTh pa3HOHAIPaBJIEHHBIX OTHOIIIEHUI MapTHEPOB,
OanaHC MeXIy KOTOPbIMU MEHSIETCS B XOJI€ X KO9BO-
JIIOLIMM, a TaKXe B 3aBUCUMOCTH OT CTaAUU Pa3BUTHUS
cuMOMoO3a W YCJIOBUII BHEIIHEW cpenbl. Hambonee
MOJTHO TIEOTPOIMTHOCTD MPOSBIIsieTCs sl (haKybTa-
TUBHBIX U 3KOJIOTMYECKU (YCIOBHO) OOJUTAaTHBIX
CUMOMO030B, B KOTOPBIX MapTHEPHI COXPAHSIIOT CIO-
COOHOCTh K aBTOHOMHOMY CYIlleCTBOBaHUI0. B aTOM
cllyyae IUIEOTPONMHOCTh TMPOSIBJISIETCSI Ha BCEX OC-
HOBHBIX YPOBHSIX U3y4YE€HUsI CUMOMO3a: OHTOTEHETH-
YeCKOM, (pUJIOTeHETUYECKOM Y MOMYJISIIMOHHO-01O0-
LIEHOTUYECKOM.

JleicTBUTEIbHO, HA paHHUX CTagusIX 0000BO-pU-
300MaIbHOI0 CUMOMO03a, CBI3aHHBIX C IIPOHUKHOBE-
HUEeM OaKTepuii B KOPHU pacTeHUI U pa3BUTHUEM KITy-
OCHBKOB, KOJIOHM3alMs OaKTepUsIMU WHQEKIIMOH-
HBIX HUTEI, KOHTPOJMpyeMasl C IIOMOIIbIO aKTUBHBIX
¢dopM KHUCTIOpOJa, MOXET COMTPOBOXAATHCS CUHTE30M
pU300MOTOKCUHOB, MTHTUOUPYIOIIMX Pa3BUTHE XO35I-
eB (Okazaki et al., 2007). Ha mo3mHuX CTagusIX CUM-
Ovo3a MPOUCXONUT MEepeKIoYeHre OaKTepuid Ha
dukcanuio N,, a pacTeHUN — Ha aCCUMWJISILIMIO €€
MPOIYKTOB, KOTOpAs CBsI3aHa C II0Ia4Yeil B KITyOeHbKU
O6osbimx KonudectB C-coenquHeHUt. OMHAKO U 3/1€Ch
MUKpONAPTHEPHI ITOABEPraloTCs BO3IeiCTBUIO (hak-
TOPOB aHTaroHm3ma — pactute’abHbIX NCR-0e1K0B,
KOTOpbIE CXOIHBI C AedeH3UHAMU U CTUMYIUPYIOT
nepexon 0akTepuil B HE CIIOCOOHBIE K NEJIEHUI0 N,-
dukcupyromue 6akrepounsl (Goyal, Matteo, 2014).
DTOT NpUMeEp MOKAa3bIBAET, UTO B XOJI€ KOBBOJIIOLUNU
NapTHEPOB MPOMCXOAUT YCUIIEHUE HE TOJIBKO MX I10-
JIOXUTEIBbHBIX, HO M OTPUILIATEIbHBIX OOPATHHIX CBSI-
3eit, KoTophle 00eCIeunBaIOT CTAOMIN3AlII0 CUMOM -
030B 1 BO3pacTaHUE UX 1IEJIOCTHOCTH.

BaxxHo oTMETUTH, YTO B MHOTOKOMITOHEHTHBIX
MUKPOOHO-PACTUTENbHBIX CUCTEMAaX pa3udHbIC THU-
OBl MMUKPOIIAPTHEPOB TECHO WHTETPUPOBAHBI HE
TOJIBKO CO CBOMMM XO3sIeBaMM, HO U OPYT C IPYTOM.
MHoro4YucieHHbIe JaHHbIE YKa3bIBalOT Ha TO, 4TO
NepBBIMM CUMOMOHTAMU HA3eMHBIX PAcTeHUI ObLIN
MUKPOOHBIE COOOIIIECTBA, COCTOSBIINE M3 TPUOOB,
GoTOTpOHBIX IMAHOOAKTEPUM U TeTEPOTPOPHBIX
IpoTeo0aKTeprii, KOTOPhIE COBMECTHO BBIIOJIHSIIN
CJIOKHBIN KOMITIIEKC Tpodmiuecknx (pyHKIONA, obec-
TeYrBasi X0351€B a30ToM, ocHopoM U APYyruMHU 3Jie-

MUKOJIOTUA YU OUTOIIATOJIOTI'UA
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Puc. 1. DBoMOIIMOHHBIE COOTHOIIIEHUST MyTyasin3mMa (M)
U aHTaroHusMma (A) B paMKax CUMOMOTHUYECKOTO 3BOJIIO-
LUOHHOIO KOHTHHyyMa. | — KOHUEMNILMSI MOABUXKHOIO

Y1)

paBHOBecHust M 1 A. “be3pa3nmuHblii” IS X03sIMHA KOM-
MeHcanusM (K) siBisiercst HaumeHee ctabubHON hopmoit
cumbuo3a (C), mpoMexXyTouHoit Mexxny M u A, mepexoabl
MEXIYy KOTOPBIMU OTpaHMYEHbBI. 2 — KOHLEIIIUs TUIei-
otportHoro cum6buosa (I1C), couyetatoriero apdektsr M u
A. 2KrupHble OMTHOCTOPOHHME CTPEJIKM yKa3bIBalOT Ha He-
0o0paTUMbIe TMEepPeXObl, CBSI3aHHbIE C TeHETUYECKON pe-
NyKIMeid MUKPOCUMOMOHTOB. YTpaTa UMM CIIOCOOHOCTU
K aBTOHOMHOMY CYILIECTBOBaHHIO MOXKET BbI3bIBATh Mepe-
Xon K “yrctoMy” M, Torma Kak Iepexon K “umcromy” A
cJIeyeT CYUTaTh YCJIOBHBIM: MTATOTEHbI, YTHETas pa3BUTUE
UHOGULUMPOBAHHBIX OCOOEN XO35IMHA, YacTO MOBBILIAIOT
CTaGUJILHOCTD U YCKOPSTIOT SBOJIIOLIMIO TTOTTYJISIIINIA.

MmeHTaMu nutanus (Provorov et al., 2016). B coBpe-
MEHHBIX (PUTOIEHO3aX TPUOHBIE M OaKTepHaTbHBIC
CUMOMOHTHI pPACTEHUIT YaCTO COXPAHSIOT OTHOIIIEHUS
KooTMepaiuu, HO B psifie CIydaeB MEPEXOIsIT K aHTaro-
HU3MY, KOTOPbIil JIEXXUT B OCHOBE HCITOJb30BaHUS
GaKTepHaJIbHBIX MPEIapaToB IJisd OMOKOHTPOJS (Du-
TomaToreHHbIX rpu6oB (Lugtenberg, 2004).

Ha mnonymsmuoHHOM ypoBHE ILIEHOTPOIIHOCTH
MOXKET OBITh BBISIBJIEHA B 0000BO-pU300MATEHOM CH-
cTeMe, Ui KOTOPOM XapaKTepHO CTaOMIbHOE COCY-
mecTBoBaHre N,-(pUKCUPYIOIIUX IITAMMOB, pa3Jjiu-
yawlmxcsl mo Xossiickoil cnemuduyHoctu. Ilpu
3TOM MYTYaJIU3M IIPOSIBIISICTCS B Te€X TCHOTUITYECKUX
KOMOMHAIIMSAX ITapTHEPOB, B KOTOPBIX aKTHUBHOCTh
N,-dukcalmm MakcumasabHa, a MpU ee HU3KON aK-
TUBHOCTH OTHOIIEHMS IIPUOOPETAIOT YEPTHl aHTaro-
HU3Ma, OIIPEIEIsIEMOro OTPULIATeIbHBIMUA KOPPEISI-
LUSIMU YMcJIeHHOcTel mapTHepoB (Provorov, Voroby-
ov, 2012). BaxxHo OTMeTUTh, YTO MPU BBIPAKEHHOM
napa3suTu3Me MUKPOCUMOMOHTHI MOTYT IIPOSIBJISITh
noje3Hble 3(P@EeKThl, CBSI3aHHBIE C PETyJISIIUE Ync-
JIECHHOCTM XO035€B, CTUMYJMPOBAaHMEM PEKOMOMHA-
IAOHHBIX IIPOLIECCOB, a TAKXKE C BEIPAOOTKOI CUCTEM
JUISL TIOAAEpXKaHUSI X03sieBaMU IOMeocTa3a BHYTPEH-
Heii cpenbl (Kovalchuk et al., 2003).
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Htak, paccMoTpeHHe TUIEHIOTPOMHOTO cUMOMO03a
KaK COBOKYITHOCTM pPa3HOHAMNPABJIEHHBIX B3aUMO-
JIEMCTBUII MMapTHEPOB SIBJISIETCSI BeChbMa IPOAYKTHB-
HBIM 11 TOHUMAaHUSI OOIIUX 3aKOHOMEPHOCTEM ero
WHIWBUAYAJIbHOTO M ICTOPUYECKOTO pa3BUTUs. Bak-
HO OTMETUTH, YTO MYTyaJIl3M U aHTATOHM3M, XOPOIIIO
pasIMYMMBbIe HA 9KOJIOTUYECKOM YPOBHE MCCIeI0Ba-
HWSI, He Bcerma MoXXHO TruddepeHITNpOoBaTh Ha IIUTO-
JIOTUYECKOM UM MOJICKY/ISIPHO-TEHETUYSCKOM YpOBHE,
YTO TIOATBEPXKIAET aKTyaJlbHOCTb MOZECH TIUIeii-
OTPOIMTHOTO CHUMOMO3a IJIsI OITMCAHUSI ero 0a30BBIX
CBOICTB. B TO Xe BpeMsi, 3BOJIIOLIUI0O CUMOMO3a HE
clIeyeT CBOIUTH K ITOCTOSTHHO TTOBTOPSIIOIIUMCS TIe-
pexoJaM MeXIy MyTyaJM3MOM M aHTarOHM3MOM: OHAa
HampasJieHa, B IIEPBYIO oYepeIb, Ha YCUJICHUE B3aM-
HOI 3aBHUCHMOCTH NApTHEPOB U T€HETUYECKON Iie-
JIOCTHOCTU HAIBUIOBBIX KOMILJIEKCOB, KOTOpHIE B
OIpeJeJIEHHBIX YCIIOBUSIX MOTYT TPaHC(OPMUPOBATh-
CS B HOBbIE OpPTaHU3MHEL.

Pabora monmepxanHa rpantom PH® Ne 14-26-
00094I1.
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Trade-Off Between Mutualism and Antagonism in the Microbe-Plant Interactions:

The Concept of Pleiotropic Symbiosis

N. A. Provorov*

All-Russia Research Institute for Agricultural Microbiology, St. Petersburg, Russia
# E-mail: provorovnik @yandex.ru

The concept of symbiosis suggested by A. de Bary over 140 years ago considers it as a continuum of mutualistic
(cooperative) and antagonistic (parasitic) interactions connected by multiple evolutionary links. Analysis of in-
teractions between microorganisms and plants demonstrated that this continuum of diverse partners’ interac-
tions is based on the hosts’ labile genetic systems enabling the plants to activate the beneficial microsymbionts
and to suppress the deleterious ones. These interactions may be described using the concept of pleiotropic sym-
biosis in which the mutualistic and antagonistic interactions are combined. The pleiotropy is expressed compre-
hensively in the facultative or ecologically (conditionally) obligatory symbioses in which the abilities for indepen-
dent development and reproduction are retained by partners. In these symbioses, pleiotropy is expressed at the
population, ontogenetic and phylogenetic levels ensuring the enormous evolutionary plasticity of super-organ-
ism systems. Availability of the pathogenesis-related molecular processes in N,-fixing and mycorrhizal microbe
symbioses is important for stabilization of mutualism based on the finely balanced positive and negative partners’
feedbacks. Two modes of transition of parasites into mutualists may be implemented within the plant-microbial
symbioses: direct filiations (in fungi from family Clavicipitaceae they are related to the loss of sexual processes
and to acquiring the vertical transmission in the hosts) and horizontal gene transfer (in bacteria from family RAi-
zobiaceae it is possibly resulted in transitions from oncotransformation to the development of N,-fixing nodules).

Key words: clavicepitacean fungi, exploitative symbiosis, facultative and obligatory interactions, mycorrhizal fun-
gi, mutualism and antagonism, nodule bacteria, partners’ coevolution, plant defense systems, pleiotropic sym-
biosis
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