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[MTnpamunaa TpodrnYecKnx cBa3en

bhbIBy



Nnba Mnbmndy MeyHNKoB
1845-1916

Nnba Nnbny MeyHunKos,
obHapyxune B 1882 .

aBneHue daroumTosa B
XUBOTHbIX, pa3paboTan
CPaBHUTE/IbHYO NATONIOTUIO
BocnaneHua (1892), a B
AanbHenwem — daroumTapHyro
TEOPUIO UMMYHUTETA
(«HeBocnpmmmumBocTb B
MHPEKUMOHHbIX BoNe3HAaAx» —
1901; HobenescKasa npemmna —
1908, coBmecTHO c llaynem
Ip/INXOM).
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HEBOCITPUHUMYHUBOCTD
B HHPEKITHOHHBbIX
BOAE3HAX

ABneHne HeBOCNPUNMUYNBOCTHU
BO3HMK/IO Ha 3eMHOM LIape ¢
He3anamaATHbIX BpemeH. Camble
NPOCTble N NepBObObITHbIE
OPraHMU3Mbl MPUHYKAEHDI
NOCTOAAHHO BecTu 6opbby 3a
cywecrtsoBaHme. OHM oxoTAaTCcA
33 XXUBbIMU CYLLLECTBAMMU, YTOObI
NMUTATbCA UMM, U 3aLNLLAKOTCS
OT APYrnX OPraHM3moB, YTOObI
He cTaTb Ux Aobbiuen

* U.WN. MeuHukos, 1901



K coxaneHuto saBneHue ¢aroymTtosa, XoTa U 0O6BACHANO MHOrue
NOCTYNaTbl HEBOCMPUMUMUYMBOCTU *KUBbIX OPraHU3MOB K MATOreHam,
HEe MOrn10 06bACHUTD, Kak PaboTaeT MMMYHHasa CUCTEMA PACTEHUMN.
Nnba Unbmny MeuyHUKOB, KaK UCTUHHbIAN AAaPBUHUCT, NPOBEPUBLLNI
601bLWON CNEKTP OPraHU3MOB B 3BOIIOLLMOHHOM MNJIaHE Ha Haauyume
daroumtosa, He cMor o6HapPYXUTb TaKOBbIE KAETKU Y PACTEHUN, HO
06BACHUAN NX YCTOMYMBOCTb K MaToreHam caeaytoulen ppason.

«PacTeHua 3awuMLWalOTCA CBOMMM YCTOMUYMBLIMU 060N0UKaMU U
Bblae/NieHUAMU. BblaeneHne KNeTouHbIX COKOB Y pacTeHuW,
cnepoBaTeNibHO, UTPAET OYEeHb CYLLEeCTBEHHYIO PO/ib, KaK CpeacTBO
3alWuTbi». To ecTb, €C/IM Ha MNYyTU B KMUBOTHbIA OPraHU3IM Y
BO3byauTena 60se3HM HeT nperpagpl, TO pPacTUTeNIbHaA KaeTKa
3allMLLIEeHa MOKPOBHbIMM TKaHAMU. MMeHHO 34ecb npoucxoauT
nepBoe cpaskeHne mexkay pacTeHMemMm U NaToreHoM.



Pa3spuTHe npeacraBjieHuin 0 GUTOUMMYHHUTETE
Huxkosan UBanosuu BaBuiios

Hukoaa UBanoBuuy BaBujios

1887 -1943

«MMmmyHuTeT BbipabaTbiBaeTca nog, BAMAHMEM
ecTecTBEHHOro otbopa To/NbKO B TeX YCA0BUSAX,
KOTOpble coaencTBYIOT UHPEKLUN, U, Kak
NPaBUIO, BbIABAAETCA TO/IbKO TaMm, rae
umeeTcA B HaIMYUU TOT UIU MHOM NAPa3UT, B
OTHOLUEHUM KoToporo otbop BbipabarbiBaer

MMMYHUTET»

H.U. BaBnnoB «Kno4u K HAX0XXA4eHUI0 UMMYHHbIX
dopm. 1918 r.»

«OrpomHoe 601bWMHCTBO BUAOB Napa3sUTUUYECKUX
rpuboB cTporo cneumnasinsMpoBaHo B CBOEM
napasuTusme no pactTeHUAM-xo3fesam "
NPUYpPOYEHO K onpeaeneHHbiM BUAAM, poaam U
cememncTBam; KaXKaomy poay pacTeHuM , Kak NpaBuao
CBOMCTBEHEH 60/1blUNIA UIN MEHDbLUWI PAA, BUAOB
rpnboB, UCKNIOUYNTENIbHO NAaPa3UTUPYIOLMX HA
npeacraBuTeNnax AaHHOro BUAa pactTeHnin»

H.N. BaBunoB « MMMyHUTET pacTeHUM K
UHPEKUMOHHbIM 3abonesaHnam. 1918 r.»



OCOOEHHOCTH TPO(PHOCTH MATOTCHOB

1. ITaToreHsl, He UMEIOT XJIOPODUITIA U UCTIONB3YIOT JJIsl CBOETO MUTAHUS TOTOBBIC
OpraHUYECKHE BEIIECTBA, KaK BCE JIPYyTHE OPraHU3Mbl, UCKIII0Yasl pACTEHUSI U HEKOTOPHIX
CUMOUOTPO(GOB.

2. BONBIIMHCTBO MHMKPOOPTaHU3MOB — CAlIPOTPOPBI, T.€. OpraHU3MbI, UCITOIb3YIOIIHE
IUI IUTaHUs. OPraHUYECKUE BEIIECTBA PACTUTEIBHBIX U )KUBOTHBIX ocTaTKoB (IICPBasd
CTYIIEHb).

3. Cy1iecTBYIOT (POPMBI, CIIOCOOHBIE MUTATHCA HE TOJIBKO MEPTBBIMU TKAHSIMHU
OCJIa0JICHHBIX PACTCHUH, HO U YOUBATh €IIE KUBBIE, HO OCIA0JICHHBIE OJIN3IICKAIINE
KJIETKH, BBIAEISA HEKME TOKCHYECKHUEe MeTa0onuThl. X Ha3Baiu (akyabTaTUBHBIMU

napasutamu (BTOPasi CTYIICHbD).

4. ECTb MUKpPOOpraHW3MBbI BEIYIIHE Napa3UTUUECCKUN 00pa3 >KMU3HU, HO B ONPEAECTIEHHBIX
YCJIOBHSIX Pa3BUBAIOIINECS U HA MEPTBOM OpraHMYeCcKoM cyOcTpare. X Ha3bIBAIOT

MOJIyHapa3uThl WiIK (paKyIbTaTUBHBIE cAalpoTpodsl wiu reMuonoTpodsl (TPEThA
CTYIIEeHb).

5. ITapa3uTel, KOTOPBIE MOT'YT MTUTATHCA TOJIBKO 3@ CYET KUBOT'O XO35IMHA, HA3BIBAIOTCS
obyraTHeIMU (Wi Onotpodamu). B aToM citydae eciii yMHpaeT X03MH — TO TOru0aeT

1 oOnuratHeli napasur (Y€TBEPTaAA CTYIICHB).



OCOOEHHOCTH TPO(PHOCTH MATOTCHOB

Yacto paznuuuss 1O TPOMPHOCTH, VIS YIOPOIICHUSA
KOHKPETHOU KJIaCCU(DUKALIHH, 3aKJIFOYAKOTCS B
COOTHOIIICHUU CKOPOCTEH THOENIM 3apa)k€HHOM TKaHU
(HEKpO3a) U pa3BUTHS Mapa3uTa B PACTCHHUM.

Ecin  HEKpo3 omepexaeT pacnpoCTpaHEHHE Iapas3urTa,
CIEIOBAaTE€IbHO, TUIl IMHUTAHHUS HEKPOTPO(HBIM, €CIU XKE
pacnpoCTpaHEHUE Mapa3uTa ONepekaeT HEKPO3, — MUTAHUE
onorpodHoOE.

CyIIeCTBYIOT EPEXOAHbIE (DOPMBI MEXKTY HEKPOTPO(haMH U
omorpopaMu -  TEMHUOHOTPO(QBI, KOTOPHIE  HMEIOT
cMelraHHoe nutanue. CHadajaa OHM IMUTAr0TCs OMOTPOQHO,
3aTeM, TOCJIE THOENM 3apaKECHHOW TKAHW, MNPOAOJDKAIOT
pPa3BUBATHCA B HEM, MUTASICh HEKPOTPODHO.




PacnpepeneHune ¢utonatoreHoB No nx TPoPHOCTU

[emnbunoTpodbl — Muuennu rpuba pacTeT B XKUBLIX TKAHAX
pacTeHusi, HoO opMUpPoOBaHME CMOP NPONCXOOANT B YOUTBIX.

Phytophthora infestans Septoria nodorum

Tilletia caries Bipolaris sorokiniana

Puccinia recondita Fusarium oxysporium

Erisiphe graminis
buoTpodbl — poCcT 1 passuTmne HekpoTpodbl — pocT n passutume rpuba

rpnba NPOVCXOANT B XKMBbIX NPONCXOAMNT B TKAHAX pacTeHus, youTbIx
TKaHAX pacTeHUs. TOKCUHaMM naToreHa.



Biotroph Hemibiotroph
Necrotr op h Hyaloperonospora Pseudomonas
Botrytis cinerea arabidopsidis

synngae

CumnTOMbI pa3nn4yHbix 6bonesHen apabuaoncuca, Bbi3biBaemblie UX BO3OyaUTENAMMU
Pa3Horo ypoBHa TpodpHocTn. dotorpaduma anctbeB Hans van Pelt [Pieterse et al., 2009]



Newton A.C. et al., Trends in Microbiology 18 (2010) 365—-373
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Rhizobium/Legume symbiosis Symbiont Cereal rusts

Mutualism gradient axis

TRENDS in Microbiology
CxemaTunyeckoe TpOCI)VI‘-IeCKOE NPOCTPAHCTBO, 3aHUMaeMoe MNKPOOPraHMamamum B accounauummn

C PaCTEHMAMM, MEXKAY TPEMSA OCHOBHbIMU TPOPUYECKMMM COCTOSHNI MAaTOrEHHOCTM.
BepTnKanbHan ocb NpeacTaBAseT rpagueHT oT HeKpoTpodoB K bnotpodam. Nopu3oHTaNbHAA
OCb NpeAcTaBAsAET rPagueHT oT CMMbMo3a K napasmtmamy. OTaesibHble OpraHM3Mbl 3aHMMaIOT
KOHKpPETHble NO3ULINMM B 3TUX AMaNa30Hax, HO UX MOJIOXKEHME YacTO MEHSIETCA Ha Pa3/INYHbIX
3Tanax Ux XXM3HEeHHOro UMKAa.



HpOI/ICXO}KI[GHI/Ie W 3BOJIIOLNA 11APA3UTHU3MA

e Ilepexon Ha mapa3uTU3M CBSI3aH C BBICOKOW KOHKYPEHIIMEN 34 UICTOYHUKU
MATAHUS.

* Ilemouka «canmpoTpopbl — HeKPOTPOPbI — OUOTPOPBI — CHUMOHOTPOPHI '

e DJra  Teopus TNOATBEPKAACTCS pe3yibTaramMyu HCCIaea0BaHUsS (EPMEHTOB,
UCIOJIb3yEMbIX  IpubamMu I8 NepepaOOTKM  MUTATENIbHBIX  BEIIECTB
pPACTUTEIBHOTO TPOUCXOXKACHUS. Y OMOTpO(dHBIX TIpuOOB (epMEHTATUBHAS
AKTUBHOCTh HUXE, YEM Y HEKPOTPO(PHBIX, Ja U COCTAB (DEPMEHTOB 3HAYUTEIIHHO
OenHee. buorpodHbie TpUOBI HE MOrYT CONEPHUYATH C CaANpPOTPOPHHIMH B
OopbO€ 3a MUTATENIBHBIC BEIIECTBA PACTUTEIBHBIX OCTAaTKOB, U TIOATOMY
NepexosIT Ha TNMUTAHHWE 3a CUET KUBBIX pacTeHuil. IIpy TakoM NHUTAaHUU UM
HY’>KHO MEHBIIIEE KOJIUYECTBO (DEPMEHTOB, a 4acTh (PEPMEHTOB, HEOOXOAUMBIX
U1 canpoTpOo(HOTO TMUTAHUS, y HUX yTpadyuBaeTcs. To ke MPOUCXOIUT U C
TOKCUHAMH.

*  JBOJIONUSA MMAPA3UTU3MA, TAKAM 00pa3oM, HaNpaBJieHa:

* 1) Ha CHW)KEHHE TOKCUYECKOTO JICMCTBUA Mapa3uTa Ha X0341Ha;

* 2) Ha UHTEHCU(UKAIUIO OOMEHA BEIIECTB X0351MHA — C 1[EJIbIO YIyUIICHUS
CHaOKECHMSI Mapa3uTa MUIIEH, YTO MOKET MPUBECTU U K dIHAO(DUTHOMY
COCYIIECTBOBAHUIO MHUKPOOPraHU3Ma U MOCIEAYIOIMIEMY CUMOHO3Y;

* 3) Ha CHI)KCHHUE YHCJia TCHOB TOKCHHOB BUPYJICHTHOCTH .



HpOI/ICXO}K,HGHI/IG WU 3BOJIIOLUA IIAPA3UTHU3MA

* [lepBOHaYaJIbHO MUKPOOPTaHU3MBI CYIIIECTBOBAJINA B CUMOHO3€ C
pPaCTEHUSIMHU, a MO3XKE, KOrAa PaCTECHUS CTajld OCBAUBATh
IIOBEPXHOCTh CYIIH, MUKPOOBI- CHMOHOTPO(DBI CTAIU
MEPEXOJIUTh K Mapa3zuTusMy. Tak NOSIBUINCH OUOTPOQHBIE
Mapa3uThl, 3aT€M — HEKPOTPO(DHBI, 3aTEM — CAIPOTPOPHI.

* Ilemouka "cumMOHOTPOPBI — OMOTPOPHI — HEKPOTPOPBI — CAMPOTPOPHI.

* AprymMeHTbl CTOPOHHHKOB BTOPOI TEOPHUH MPOUCXOXKACHHUS ITapa3uTusmMa (0T
CUMOK1O03a — K HEKpOTPO(pUH) CIASTYIOIINE:

e 1) cpenu NPUMHUTUBHBIX BOAHBIX TPUOOB (XUTPUINOMHUIIETOB) OOJIBIIIMHCTBO
— 3TO Mapa3UThl BOAOPOCIIEN;

e 2) HalijicHbl OKaMEHeJIbIC OTIICUaTKH JIMIITAWHUKOB U MUKOPH3HI (B JleBOHE —
350 muH. JeT Hazan);

e 3) cuMOHOTpOdUs cTapIe ¥ IPUMHUTHUBHEE, YEM ITAPA3UTH3M, IIOTOMY YTO
rpuOBI-CUMOMOTPO(DBI, B 00IIIEM, UMEIOT OO0JIEE IITUPOKUIN CIIEKTP OCIKOB s
oOMaHa X03siIMHA , HEXKEJIU Mapa3uThl U canpodUTHI, a CyKEHHUE MUILIEBOM
CIIeIIMaIn3alMu B XO/€ ABOJIIOIUM — 00JIe€ BEPOATHO, UEM €€ pacIIupeHHUE.



HeKkpoTpodbl
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OCcoOEHHOCTH IMaToreHe3a HEKPOoTpohoB
1. ITpoHMKaAIOT B TKAaHW PACTCHUM MPEABAPUTEIBHO
yOHBas KJICTKH U (POPMUPYS pa3IUIHOIO POAA HEKPO3HI;
2. AanTauuy 1o 0COOCHHOCTH (PU3HOIOTHMM X035IMHA HE
TPEOYIOT;
3. BeIAETAI0T BpeaHbIC 11 XO3IMHA TOKCUHBI;

4. IMEIOT MUPOKUM CHEKTP TUIAPOJIUTHYECKUX

(epMEHTOB, pa3pyIIAIOIINX OPraHUUECKOE BEILIECTBO
pacTeHUM,

5. IIuTarorcs 3a CHET pECYpPCOB MEPTBBIX KJIIETOK;

0. MoryT cyIiecTBOBaTh CAMOCTOSITEIBHO U JIETKO
KYJIBTUBUPYIOTCS B JIAOOPATOPHBIX YCIOBUSX.



KaK pacTeHnAM 3alUnUTUTbCA OT
HEeKpoTpoPoB?

1. CymeTb pacrno3HaTb nNaToreHa B Haya/ibHbIX 3Tanax
naToreHesa;

2. Co3aaTb HENPOHULLAEMbIN AN TOKCMHOB U PA3/IUYHbIX
rmaponas natoreHa bapbep. OH He AOoNXKEeH NPONYCKaTb U
BELLLECTBA CMHTE3UPYEMbIE pacTeHMEM (naTeKC, TUTHUH,
cybepuH);

3. CuHTEe3MpoBaTb UHIMOUTOPbLI TMAPONA3;

4. CUHTe3MpOoBaTb BelleCTBa pa3pyLllatolie TOKCUHbI Nnun
npespaLatowme Nx B HETOKCUYHbIE GOPMbI;

5. MpenatctBoBaTb CAaMOYOMIMNCTBY KNETOK U COXPAHATb
KNeTKN B OTHOCUTENIbHO HOBEHU/IbHOM COCTOAHUMU;

6. BbipabaTbiBaTh BMOLMAHbIE COEANHEHUSA BO
BHEKJ/IETOYHYIO cpeay
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OCOOECHHOCTH MaTorene3a OuoTpodoB

1. IlpoHMKaOT B TKaHU PACTEHUMN, MUHYSI 3aIIUTHBIE 00pa30BaHUs (HAIIPUMEP YEPe3 YCTHUIA);
2. ITo mecTy J0oKanu3alyy B TKaHSAX PACTCHUI YCIOBHO JEISATCS HA SKTO- U SH/IOMAPA3ZUTOB:

DKTOIMAPA3UTHI PACIIPOCTPAHAIOTCS 10 PACTEHHUIO, BHEAPSSA B KIIETKHA XO35IMHA TOJIBKO T'ayCTOPUHU.
CHopoHOIIEHNE UX MPOUCXOIUT HA MOBEPXHOCTU PACTEHUS;

DHAO0MAPa3UThI TOXKE BEIHOCAT CBOW OPTaHbl CIIOPOHOLICHUST HAPYKY, POXOJA Y€PE3 YCThULIA WU
pOPbIBasi PACTUTENIbHBIE TKAHU, HO TAJJIOM X OCTAETCSI BHYTPU XO3I1HA (B MEXKKIICTHUKAX,
KJICTOYHBIX CTEHKAX, BHYTPH KIIETOK);

3. 1oOBIBaIOT MUTAHUE U3 PACTUTEIHLHON KJIETKHU C TOMOIIBIO CENUPUUECKUX 00pa30BaHUN — rayCTOPUIA;
4. IMer0T orpaHuyYeHHbIN HAOOp ruaApoIIas;

5. A1anTupyroTcsi oJl 0COOEHHOCTH (PU3UOJIOTUM XO35IMHA U CUJIILHO OT HUX 3aBUCSIT;

6. He mpUYnHSIOT J€TATLHOTO MOBPEXKACHHUS KIETKAM PACTCHUM;

7. He BBIIENSIOT BPEIHBIX JJI1 XO35IMHA TOKCUHOB U JNIUTEIBHO COXPAHSIOT KIIETKHA XO35IMHA B AKTUBHO
(GYHKIIMOHUPYIOIIEM COCTOSIHUY;

8. Perynupytor (pu3n0JIOrHYecKrue XapakTEPUCTUKN X03I1MHA W OTKIIIOUAIOT 3allIUTHYIO0 CUCTEMY XO3SMHA
MyTEM BBIPAOOTKHU Pa3IUUHBIX COCTUHEHUH - 3PPEKTOPOB, MOJOOHBIX PUTOTOPMOHAM, HUHTHOUTOpAM
U akTuBaTtopam (HepMeHTOB, (hepMeHTaM, MOJUPUITUPYIOIINM 3aITUTHBIC OCIKU;

9. V3K0 CIICHUAJIM3UPOBAHBI K ITIAPASUTUPOBAHNUTIO HA OTACIIBHBIX BUJAAX U JAKC OTACIbHBIX ITOITYJIAIUAX]

10. He MoryT cymiecTBoBaTh CaMOCTOSTEIBLHO U HE KYJIBTUBUPYIOTCS (TUIOXO KYJbTUBUPYIOTCS) B
J1a00pATOPHBIX YCIOBUSIX.
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Kak pacTteHuam 3amuTnuTbca ot bmotpodos?

1. CymeTb pacno3HaTtb nosiBneHmne MHPEKLUMOHHbIX
CTPYKTYpP naToreHa v npeaBapuTenbHO 3aKpPbiTb OTKPbITbIE
Nopbl, HANPUMep, YCTbULLA UMW 30HbI MOPAHEHUN;

e 2.Co38aTb HENPOHULLAEMbIN ANA TOKCMHOB U PA3/INYHbIX
ruaponas 6apbep. OH A0XKEH HE NPONYCKaTb U BellecTBa
CMHTE3MpyemMble pacTeHnem (natekc, IMrHUH, cybepun);

* 3. CuHTE3NpPOBATL MHIMBUTOPLI TMAPONA3;

* 4. CuHTe3MpoBaTb BellecTBa paspyLliatowmne spdeKropbl
U NpeBpaLLatoLLne nx B HemTpaabHble GoOPMbI;

* 5. MHAYUMpOBaTb CBEPXYYBCTBUTE/IbHYIO TMbEsb KI1eToK
XO3fINHa;

* 6. BbipabaTbiBaTh OMOUMAHBIE COEAUHEHUNSA BO
BHEK/IETOUYHYIO cpeay ;



*IpubHbIE 3HAO0PUTLI B
pacTeHUuaX NpoAayuupytoT
TOKCUHDI, Hanpumep

TaKue KakK asikaiounabl
LCNOPbIHbA

e JHA0PUTLI OBCAHHULbI (Festuca Bioprotective Alkaloids of

arundinacea), pXu u paaa apyrux Grass-FungaI
3/1aK0BbIX MPOAYLMPYIOT Endophyte Symbioses
TOKCUYECKUIN ankanouna,, KoTopbln Bush, et al., | -
MOKET NPUBOAUTL K 60N1e3HM Plant Ph}'{SIO| e 991'7) a
«AHTOHOB OFOHb» U rnMbenu N REPTY. (R |
¥KMBOTHbIX (Hanpumep, B CLLUA \,\'.‘;&{' : Ao

HeKoTopoe Bpems TOMY Ha3az,
MPUHOCUA eXKerogHbli ybbITOK OKO/0
600 million S).

>

Jemaneb HUXHel yacmu npasol
CMBOPKU V3eH2elMCKO20 anmaps4,

Xy0oxHUK Mammuac proHeganso, \ . _
1506—1515 2.2. Courtesy R.A. Kilpatric



http://dic.academic.ru/dic.nsf/ruwiki/1028932
http://dic.academic.ru/dic.nsf/ruwiki/1028932
http://dic.academic.ru/dic.nsf/ruwiki/1028932

Septoria lycopersici Speg




Oco0OEHHOCTH NaToreHe3a reMuonoTpoh OB

1. IIpoHHKarOT B TKAaHU paCTCHUI, MPEANOYUTAas 00X0/ 3alllUTHBIE 00pa30oBaHMI (HapuMeD,
yepe3 MOphl, YCThUIA WM MEXaHUYeCKUE MMOPAHEHMS).

2. ITo MecTy JIOKanu3aluny KaK MpaBuiIo SHA0NAPA3UTHL:

3. MoryT g00bIBaTh MUTAHKME U3 PACTUTEIHFHON KICTKH C IIOMOIIBIO CIICIIU(PUYUCCKUX
00pa3oBaHui — rayCTOPU, HO MOTYT OOXOAUTCS M O€3 3TOr0;

4. AnanTupyroTcs moa 0COOEHHOCTH (DM3HOJIOTHH X03IMHA M 3aBUCAT OT HUX;

5. Ha HayanpHBIX 3Tamax naroreses3a He NPUYUHSAIOT JIETATbHOTO HOBPEXKICHUS KIETKaM
pacTeHuil, HO B IOCJEACTBUM, HA CTAJIUU CIIOPYJISAIINH, YOUBAIOT UX;

6. BoiiensitoT BpeIHbIX JJIs1 XO35MHA Crieliu(UueCKre TOKCUHBI, HO MOTYT JUIUTEIBHO
COXPaHATH KJIETKHU X035IMHA B aKTUBHO (DYHKI[MOHUPYIOIIEM COCTOSIHUH, 32 CUET
BBIPAOOTKHU PA3JIMUHBIX COCMHEHUH, TTOJIOOHBIX (PUTOrOPMOHAM, UHTUOUTOPAM
(hepMEeHTOB;

7. Cnenuanu3anus K Mapa3suTUPOBAHUIO HA OTACIBHBIX POIAX, BUIAX;

8. MoryT OTKJItI04aTh KOMIIOHEHThl UMMYHHOW CUCTEMbI PACTEHUM ITyTEM BhIPAOOTKHU
pa3nuuHbIX 3QPEKTOPOB, MyTEM UHTEPPEPUPYIOLIUX 3AMUTHBIX My TEH;

9. MoryT CymecTBOBaTh ONMPEACIEHHOE BPEMSI CAMOCTOATEIIBHO U KYJIBTUBAPYIOTCS B
1a00paTOPHBIX YCIOBUSIX, HO YaCTO HA CIEHU(PUUECKUX MTUTATEIBHBIX Cpeax;

10. TepstroT CBOM BUPYJIIEHTHBIE KA4€CTBA MPH JOJITOBPEMEHHOM CYIIECTBOBAHUU B OTCYTCTBHUE
XO35H1HA.



Type Il Secretory System

b Phytophthora infestans

Haustorium Plant-cell
cell wall wall

Pathogen

Effector protein
:MR_ C: Extrahaustorial

matrix

Talbot, Nature 2007



KaK 3alUTUTLCA pPacTeHnAM OT
remmonoTpodos?

1. CymeTb pacnosHaTb noABAeHUE MHPEKLUMOHHbIX CTPYKTYP
naToreHa u npeaBapuUTenbHO 3aKPbITb, HANPUMEP, YCTbULLA;

2. Co3aaTb HENPOHULL@AEMbIN A1 TOKCMHOB M Pa3/IMYHbIX TMAPO0a3
6apbep. OH A0MKEH HE NPONYCKaTb U BeLWeCcTBa CUHTE3UPYEMbIE
pacTeHuem (naTtekc, NNTHUH, cybepun);

3. CuHTEe3npoBaTb UHIMOUTOPLI TMAPONaA3;

4. DopmMnpPoBaTb MTMNEPYYBCTBUTE/IbHYIO PEAKLUIO B MEPBbIE CYTKM
nocne UHPUUMPOBAHUA U NPEnATCTBOBATb CaMOybMMNCTBY KNETOK
nocne nNpoxoxaeHua 1-ro stana naTtoreHe3a NyTeM COXPaHeHus
KNeTOK MHPUUMPOBAHHOWN TKAHW B OTHOCUTE/IbHO HBEHWU/IbHOM
COCTOSIHUU;

5. Bbigensatb buoumnaHble coeanHEHNA BO BHEKAETOUYHYIO cpeay .



Transcriptome and Metabolite Profiling of the Infection
Cycle of Zymoseptoria tritici on Wheat Reveals a Biphasi
Interaction with Plant Inmunity Involving Differential
Pathogen Chromosomal Contributions and a Variation on thy

tinoboyl

Plant Physiology®, March 2015, Vol. 167, pp. 11581185,

Jason | Redd®, Kostya Kanyuka, Kevwan Hassani-l'ak, Mark Derbyshire, Ambrose Andongabo
Jean Devonshire, Artem Lysenko, Massoor Sagi, Nalini M. Desai, Stephen |, Powers,

Davs post inoculation (d&il Jubiet Hooper, Linda Ambreso, Arvind Bharti, Andrew Fanmer, Kim £, Hammend-Kosack,

Fungal spores Hyphae penetrate
germinate on leaf and undergo
the leaf surface slow intercellular
growth
Symptomless growth

Rabert A, Districh. and Mikael Coarbnt

21

1" visible disease Accelerated leaf cell  Asexual sporulation
symptoms and death and large In necrotic leaf
increase in fungal Increase in fungal tissue

growth rate biomass

Host plant cell death and
fungal sporulation
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Fungal Effectors and Plant
Susceptibility

Libera Lo Prest,' Daniel Lanver,' Gabriel Schweizer,'
Shigeyuki Tanaka,' Liang Liang.' Marie Tollot,!

Alga Zuccaro,"? Stefanie Reissmann,'*

and Regine Kahmann'*

Annu Rev. P Niol, 2015, 6651343
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Uromycss waoe-fabge Blumeria graminis £ sp. hordo

KonoHnnsauuma
K/NIETOK pacTeHUM
naToreHamm c
PA3/INYHbIM
TUMOM MUTAHUA
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Kak ce0s1 BeayT pacTeHHUs, B OTBET
HAa MH(PUIUPOBAHNEC MNATOTCHAMM
pPa3IMYHOM TPOPHOCTH ?

3alNUTHbIE CUCTEMbI PACTEHUWN PACNO3HAOT
TPOPHOCTb MaTtoreHos M noabupatoT Hanbonee
3P PEKTUBHbIN BAPUAHT 3aLLUTDI



N
N

[nasa 1. llapazumesi

®. a. IHK, % ot koHTpO.I5I

804 1 LS 2 3 4 5 6
70 - Bpems nocsie HHOKYSIUMK, CYT

Puc. 1.4. dyHkunoHanbHaa aktusHocTb [JHK saep B knetkax mesodunna nweHuubl,
OKpyxatowmx nopaxeHHbie Puccinia recondita (1), Septoria nodorum (2), Bipolaris
sorokiniana (3), y4actku nuctees (TpowwuHa v ap., 1992)
barnposa C.®. u gp. PyHgameHTanbHaa ¢utonartonoruna. lMog pea. KO.T. bAKosa. -

M.:KPACAHA, 2012, -512c.

TpowwnHa H.B., Ucaes P.®., Makcumos U.B., Amanees A.M. BanaHue Bo3byantenem rpnbHbIx
6onesHeln Ha GYHKLUMOHANbHYIO aKTUBHOCTb aaep nweHuubl // Mukonorma u
dutonatonoruna. 1992. T. 26, c. 148-152



«3Ur-3ar» moaesib Pa3BUTUA 3aLWUTHbIX peaKkLuit
(Jones J.D.G., Dangl J.L. The plant immune system // Nature. 2006 V. 444. P. 323-329)

High  PTI ETS  ETI ETS ETI
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- Pathogen ©o ®© o
o effectors
.- Pathogen
: effectors | Avr-R
= © s
11 rashold for
o ff Ve = Nce
5 O Oo 0 Opinion piece
o PAMPS The zigzag model of plant-microbe interactions: is it time to
move on?
LEIGHTON PRITCHARD™* AND PAUL R. J. BIRCH™

Kputnueckmne 3amevyaHmsa o mogenmu

1. OrpaHuuymMBaeTcs onMcaHMUem 3aWmTbl OT BUOTPOPHOMU MHIEKUMU;

2. OTCyTCTBYET CPEeA0BON KOMMOHEHT;

3. HecoBeplieHHasa ynopAao4YeHHOCTb COObITUIM N BblAEPHKKA LLKAAbl BPEMEHMU
4. He BblaeprkaHa aMnaAnUTyAa OTBETHbIX peaKkLUUn XO03AMHA U NaToreHa.




3alLNTHbIE CUCTEMbI PACTEHUN

NPOTUB NAaTOreHOB PAacnoO3HAtOT
TPOPHOCTb NATOrEHOB U
noadbupatot Hanbonee

3PPEKTUBHbIN BAPUAHT 3aLLUTHI



CxeMaruueckoe npeacraBjieHue o CHTHAILHBIX nyTHAX,
UHAYUMPYOIIUX YCTOMYMBOCTh PACTCHUH K|IIATOIeHAM Pa3HOU

TpoHOCTH
CUCTEMHES ; CUCTEMHESA
nprobpe i b ' WMHAY UMDOBaHHESA
YCTONYNBOLTH YCTOMYNBOCTh
(Criy) (cuy)

anyck XK/atnaeu-
CIBMC VWM bIX M@XCHUIMOE
3QWMTHI

i
> FR-
-
6uoTpoghsi =

OH

canuumnnosas
k-1a (CK)




1.PacTeHMa UCNONb3YIOT CUTHAJIbHbIE CUCTEMDI,
3anycKawowmeca CaauunMaoBOM U HKAaCMOHOBOW
KNCNOTaMM M 3TUNEHOM, ANA 3aWuTbl NPOTUB
NaToOreHoBs.

2.CannumnoBana KMUCNOTa — KOMMOHEHT CUCTEMHOM
npuobpeteHHoM yctomumsoctTn (SAR — systemic
acquired resistance), HanpaB/eHHOW Ha 3alWUTY
PACTEHNN OT OUOTPOPHON NHPEKUUMN.

3./KacMOHOBaA KWUCNoTa WU 3TUNEH BOBJIeYeHbl B
3anycK MHAOYLUNPOBAHHOM CUCTEMHOM
yctonumocTtn (ISR - induced systemic resistance),
HanpaBAeHHOM Ha  3alUTy  pPacTeHun  OoT
HEKPOTPOPHbLIX NATOreHOB M HACEKOMbIX.



dunoreHeTnyeckoe ApeBo PacTEHNUN N B3aMMOOENCTBUE
CaNNUMNATHOU M }KaCMOHATHOW CUTHAJIbHOMN CUCTEMBI

.\c_.,@
o &
Last common ancestor & 0
of land plants probably Fo®
produced SA and JA. Q;‘c;_)
' —YoP e ? Physcomitrela patens
+_ ? Selaginella moallendorfi
o Ptaridophytes P
@’ ? Foms
Orthologs of ; ‘
Arabidapsis Gymnosperms Ei @ Ginkgo biloba
genes important 0.50 ) )
in SA-JA antagonism Q) Ficea abies
found in all @ Sorghum bicolor
available land
plant genomes O Zaa mays
(see Table 2). @ Oyzasatwa @
@ Hordeum vuigans
Earfiest @ Phaseolus lunatus
node with @ Fisum sativum
S @ Cucumis sativus
SA-JA antagonism. @ Abidopsis thaliana @
@ Brassicaspp. **

@ Gossypum hirsutum
® Asclepias tubarosa

(O Asciepias exaltata

@ Solanum lycoparsicum
@ Nicotiana tabacum

@ Nicotiana attenuats @

Key: @ NPR-1 modulates SA-JA antagonism
Probability of SA-JA antagonism as ancestral state
@ SA-JA antagonism present
(O SA-JA antagonism absent
? Nodata

Trends in Plant Science May 2012, Vol. 17, No. 5
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Induced Disease Resistance Signaling in Plants

Bas W.M. Verhagen « L.C. Van Loon * Corne M.J. Pieterse’
Setton Pytmatoboy it of Evvrumesrndsl Bokogy, Ut Scems Farally Utwietd Unssiesdy P00 Boc 500 84, 3508 TH Utwctl The Methwrinds
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oomyec. bacteria fungi virus insect

Botrylis cinerea

Peronospora parasitica
Pseudomonas syringae
Xanthomonas campestris
Fusarium oxysporum
Alternaria brassicicola
Turnip crinkle virus
Spodoptera exigua

Fig. 2 Effectiveness of rhizobacteria-mediated ISR (green squares) and pathogen-induced SAR (red squares) in Arabidopsis. Photographs depict symptoms in
uninduced wild-type Arabidopsis plants upon infection or infestation of the pathogens and insects indicated. Squares underneath the photographs indicate that ISR
and/or SAR confer a significant level of resistance. Results are based on studies by Pieterse ef al. (1996 1998 2002), Van Wees et al. (1997 2000), Ton et al. (2002a
2002b) and (CMJ Pieterse, JA Van Pelt, VE Van Oosten, and S Van der Ent, unpublished results).



CBepxuyBCTBUTE/IbHAA PEaKLUUA B COBMECTHbIX Ky/bTypax

1 — KoHTponb (cpepga MC),

2 - T. caries (cpepa MC),

3 - cpepga MC + 0,05 mM CK,
4 - T. caries (cpepa MC +
0,05 mM CK)

10 cyTOK nocne MHOKynALUUMn



Bmusaue CK, XK u undunmuposanue P. infestans aa akTuBHOCTH

Tpanckpunuuu reHoB PR-1, PR-6 u rena, koaupyromiero nepokcuaasy
kaptodens M21334 (Copokans, u ap., 2015)

50 120 80 175 180 210 280 250| 340 300 40 25

3 e

180 160 200 2

pR-6 “—

100 120 180 O O

PR-1
AKMUuH
[ 2 3 4 5 6 7 8 10 11 12

1 - Kourpomab 8 - CK/2KK+P. infestans _i(:
2 - P. infestans 9 — « KK nocine CKy; £2%
3-CK 10 — «XK nocie CK»+ P. ,_;2 i
4 - CK+P. infestans  infestans; E2 10 J .
5 - XK 11 — «CK mocite XKK»; 5 1l | | = E:
6 - )KK+P. infestans 12 —«CK mocie KK»+ P. mepoms  CK MK CKOEK XK CKmoce
7 - CK/2KK infestans

48 y nocne unguyuposanus
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Intervention of Phytohormone Pathways by Pathogen
Effectors™

Kemal Knzan' and Rebecca Lyons Botrytis cinerea

0 Caaraiave kvt rprsaten (S0 P st Queersin limcwecn st == (fungal necrotroph)

Cochliobolus victoriae
(fungal necrotroph)

victorin

Cauliflower Mosaic
Virus -CMV (RNA

virus) *

Xopl .

16 o

Phytohormone Intervention by Pathogens

Xanthomonas campestris pv. vesicatoria (Xcv)
{bacterial hemibiotroph)

Pseudomonas syringae pv. syringae
(bacterial hemibiotroph)

synngolin A

Resistance to
fungal
necrotrophs
and insects

; - Geminivirus
“" (DNA virus)

Pseudomonas syringae
(bacterial hemibiotroph)

Resistance to viruses,
bacterial hemibiotrophs
and fungal biotrophs

Hyaloperonospora arabidopsidis
(downy-mildew, obligate biotroph-oomycete)

Figure 3. Effectors from Diverse Pathogens Indirectly Target NPR1, a Master Regulator of SA Signaling, to Promote Disease Development.

2289



Perynauna cmHTe3sa IMrHUHa
pacTeHUun n TPpoPHOCTL
NnaToreHos



Bananmne bmnotpodHon nudbekuum (T. caries) Ha -
aKTUBHOCTb pepmeHTOB PpeHONbHOro metabonmama

N YPOBEHb SIMTHMHA

601 18 0.7

| %

50 d I 16 6 } =0.61 B ]
e 1 [ 14 1 l
= = <0.5
o 401 o 12 =
= p— B

= 10 £ 0.4
g 3(L ES Q E
2 o 8 w03
e —
9 20 5 6 =
= 2 0.2
2 a 4 a.
= 104 E o 0.1
< < &)

0 0 0

AKTHMBHOCTh,  (eHMIAJaHMHAMMHAK  Jua3bel  (a),
TUPO3MHAMMMAK JIMa3sl (0) U coaepKaHue JUrHuHA (B) B
MPOPOCTKAX MIIECHUIIBI BOCIPUUMYHKBOTO coprta JKHuIa
(1,2) u ycroitunBoro Buma 7. timopheevii K-58665 (3,4)
npu uHbHUIMpoBanuu 1. caries. 1,3- konTpomnb, 2,4 —
3apakeHUeE.

ICJIRa

AKTHBHOCTE NCPOKCHIAILE, CU/Mr O

AKTUBHOCTbH NEPOKCH1a3bI
1 U3MEHCHUE €€
n30(hepMEHTHOI'O COCTaBa
1 - T. timopheevii,

2 - T. aestivum,

a -KOHTPOJIb;

0 — uHpUIUPOBAHUE.
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3 4 5 6 7 8 9
Bpewms nociie uHGHUMPOBaHHS , CYT.

JluHamMuka
aktuBHOCTU DAJI B
JACTBAX IIICHULBI
YCTOMYUBOIO COPTa
Jlnamanr (1,2) u
BOCIIPHMMYHBOTO
copra CaparoBckas 29
(3, 4) npu
MH(ULIUPOBAHUU
BO30yIUTEIIEM
CENTOPHO3a:
KOHTPOJb (2, 4);
onwIT (1, 3).
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Huaamuka aktuBaoctu @AJL, TAJL, conepkaHus IMTHUHA B KOPHSX
MIIEHUIBI YCTOMYMBOIO copTa 3aps MpU UHPUIIUPOBAHUM HEKPOTPOPHBIM
rpuoom B.sorokiniana: a — koHTpoIIb, 6 — 3apakeHHE.



N3meHeHUue nsodpepmeHTHOro coctaBa uuronsasmatmuyeckom (A) n
KNEeTOYHO-CTeHOUYHOM (B) nepoKcnaasbl B pacTeEHUAX YCTOMUMBDIX
dopm nweHunubl UHPUUUPOBAHHDBIX PUTONATOreHaMM
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B. sorokiniana S. nodorum T. caries



JlokanbHOE HAKOIUJICHUE JTUTHUHA HA
TIOBEPXHOCTH MHIICIIHS rprbda T. caries B TKaHsIx
meHunpl( Tpomuaa u ap., 2004)

BanaxHue Phytophthora

infestans Ha noKanuMsaumio .'
A®DK B nncTbaAX KapTodensa 4

a. KOHTPO/b;
6 — r. ~(HOULUMPOBAHHbIE
JINCTbS;

BblgeneHue n XxapaKTepucTuka
cneunMPUUHbBIX K KNETOYHbIM
CTeHKaM M30MepoKcuaasbl u
OKCa/laTOKCUAA3bl NWEHULbI

3,90 ==

4,55 —
5,20 —
.«"
520 ™ &
6,85 *
7,35 & | -
3 4

1. N1303aneKTpuyeckme ToUYKun
MapKepHbIX 6e/KOoB;

2. n3onepokcmnaasnol 13 rpyboro
6e/1KOBOro 3KCTPAKTa;

3. aHMOHHAA NepoKCcnaa3a;

4. okcanaTtokcupaasa.



3nucmop|-|aﬂ dKTUBHOCTb XUTUHA 3aBUCUT OT CTeneHu ero

dueTninposaHuA

[eHepauma aKTUBHbIX POPM KMCNOPOAA NUCTbAMMU

AWweHUUbl MHPULUMPOBAHHBIMKU WITaMMamun Septoria

nodorum pa3nN4a-rLLMMMCA MO CTENEHMU
arpeccuBHOCTU. 1. ArpeCcCUBHbLIN WTaMM . 2.

B - et = —

LI
N

> — 72

,
12

N3meHeHne cTeneHun
aueTUNMPOBAHMA
XWTUHA NOJ BANAHMEM & oo |
KY/1bTYPaNbHOTIO =
bunbTpaTta WTammos S. é" 80 }
nodorum B XMAKON =
cpeae Yaneka: C— 5 =
NCXOAHAsA CTeneHb ‘: 70 4 1
aUEeTUNNPOBAHMS 2 I ’ [
XUTWHa; 1-4BO:2- 565 IREEINEE

6B/1: 3 — 9MH:; 4- Bas1. TR s S

MC XOC JlesXOC pIM

BbICOKO aLLETUNMPOBAHHbIN, HO He
Ne3aUeTUNPOBAHHbINA, XUTUH aKTUBUPYET
B KNE€TKaX Ka/i/lyCcoB NepoKcuaasbl ¢
N3031eKTpuYeckom Toukom 3.5, 3.7 n 9.7,
B3aMMOAEMNCTBYOLLNE C MULETNEM
NaTOreHHbIX rpnbos.



KaTtanasbl — paKToOp arpeccuBHOCTM rpubos

AKTUBHOCTb TPAHCKPUNMUNUWN TEHA KAaTa/1a3bl

6
SNOG_03173.1. rpuba S.nodorum B nuctbax
nweHnuybl copTta KHMUaA (AaHHblE
24 HOPMaNM30BaHbl MPOTMB reHa TybyInHa
S.nodorum, eo0.):
800 - m K
OSn4
48 O CK+S.n 4
600 - B }KK+S.n 4
BESn9
400 - O CK+S.n 9
B }XK+S.n 9
120 ) o
200 -
B-tub
0 — T
1 — HeMHPUNUNPOBAHHbIE PACTEHMS; 6u 244 484
2 — cnabo arpeccmBHbIN WTamm 4B/;
3 — BbICOKO arpeccuBHbIM LWTaMM BansiHMe CUrHaNbHbIX MOJIEKY/T HA aKTUBHOCTb
9MH:; TPAHCKPUNLUWM FeHa KaTanasbl rpmba S.

4 — amnandukatel AHK S.nodorum nodorum



benoxk Pepl Ustilago maydis — oTkirodacT mepoKCcHaa3hl
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0 Pep1
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‘ GFP
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Staining intensity [RU]
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Citation: Hemetsberger C, Herrberger C, Zechmann B, Hillmer M, Doehlemann G (2012) The Ustilago maydis Effector Pep1 Suppresses Plant Immunity by
Inhibition of Host Peroxidase Activity. PLoS Pathog 8(5): €1002684. doi:10.1371/journal.ppat.1002684
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* TpaHCKPUNUMOHHAA aKTUBHOCTb MHIMBUTOPOB NpoTEMHA3 (a) M reHa
aHMOHHOW nepoKcmaasbl (AK333699.1) (6) B pacTeHMAX MLEeHUUb
npn uHbUUmMposBaHun rpubom S. nodorum pasnNYHOMN CTENEHU
arpeccmMBHOCTM.

1. CnaboarpeccuBHbIn WTaMM, 2. ATPECCUBHbIN LITAMM



PUTOTOPMOHbI KAK UHAUKATOP
NMATO/IOTMYECKOIO MNMPOLECCA



YK

500

BocnipunmuuBbiid copt JKuuua 300 Ycroituuslii copt 3aps

bananc PUTOrOpMOHOB B KOPHSIX MIICHUIILI, MHOUIIMPOBAHHBIX B.
sorokiniana, % K KOHTPOJIIO

1- 3-u cyT nociae HHPUIMPOBAHMS;

2- 6-¢ CyT nocje HHPUIMPOBaAHMS;

3- 9-e cyT nociae nHQUIMPOBAHUS



2500

Bocnpuumuuseiii copt Caparosckas 29 Ycrouuseld copt Jluamaunr

bamanc ¢pUTOropMoHOB B KOPHSX IIIEHUIIBI, MHPHUITMPOBAHHBIX S. hodorum, % k
KOHTPOJIIO : 1 — 1 CyT nocne nnduuupoBanus; 2 - 3-u CyT nocjie uHpuuupoBanus; 3- 6-¢
CyT nocJje uHpunupoBanus; 4- 9-e cyT nociae UHGUIIMPOBAHUS



[{UTOKHHKHBI ABK  [lurokunuHsI ABK

M3MeHeHne COOTHOIEHU (PUTOTOPMOHOB B MH()UIIUPOBAHHBIX 1.
caries mpopocTkax BOCIpHUMUYHBOM T. aestivum (a) u yCcToMYnBOI
T. timopheevii (6) nmeHuIEl, B % K KOHTPOJIIO



MMMYHOIMCTOXMMMYECKAA IOKaAn3aLUma 3eaTUHA B INCTbAX ABYX
KOHTPACTHbIX MO YCTOMYMBOCTU COPTOB nieHunubl *KHuua (a, 8, ) u
BawkKkupcKas 26 (6, r, €) nocne nHouumpoBaHua rpubom S. nodorum

- 2() MKM

: a, 6 - HeMHOUUMPOBaAHHbIE
nnctba (KOHTpONbL), B, T, A, e
- NHPMUMPOBAHHbIE INCTbA.
[peacTtaB/ieHbl pe3ynbTaThl
XapaKTepHOro BapmMaHTa u3
Cepumn OnbITOB.

8 — BaKyO/b, 2€C — rpubHbIE
CTPYKTYPbI, KC — KNeTo4yHas
CTEHKa, cC — cocyaucTas
CUCTEMA, Y - YCTbULUE, X/1 —
XJIOPONacThbl.

(Becenosa u gp., 2016)
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Hormone defense networking in rice:
tales from a different world

David De Vieesschauwer', Godelieve Gheysen?, and Monica Hofte'
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Intervention of Phytohormone Pathways by Pathogen
Effectors™

Kemal Kazan' and Rebecca Lyons
Commonwealth Scientific and Industriai Research Organization (CSIRO) Plant Industry, Queenstand Bioscience Precinct, Brisbane
4069, Queensland. Australia
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BrivsitHue canuuuiaoBOM M »KaCMOHOBOHW KHMCJIOT Ha COACPKaHUE

3earuHa, AbK u UYK B TUCTBAX pacTeHWI NIIEHUIIBI ITIPH
nHpuupoanun rpudom Septoria nodorum (Becenosa u np., 2015).



IHAODUTbI KaK perynsatopol
rOPMOHANbHOU CUCTEMDI
PaCTEHUM



JloxazarenbcTBO sHIopuTHOCTH B. subtilis 26 /] n
MOCJICAYIONICE BhIICJICHNE IITaMMa U3 CTEPHIBHBIX PacTCHUIH
kaprodens copra Pannssa Po3a (Abusrmnsauna, 2012)

RAPD aHaIIN3 MCXOTHOM (1) u
peuHokynupoBanHoit (2) Oakrepum B. subtilis 26]1 c
UCIIOJIB30BaHUEM CIIy4YalHbIX mpaiiMepoB Opal.

1. JIHK u3 ucxomHoro mramma,;
2. JJHK w3 mramMmma  BBIAEJIEHHOTO  IIOCIIE
PEUHOKYISIAN

M 1 2

A — koHTpPOJb; b u B — 00padoTka 0akTepuaIbLHON CYyCNICH3HEH KIECTOK
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npu obpaboTke Knetkamm sHao0PUTHOro Wrtamma B. subtilis
(EropwunHa u gp.. 2011)
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Pa3zBuTre cMMOTOMOB cenTopro3a (A)
u putodToposa (b) moxa BIuIHUEM HHAYKTOPOB YCTOMYMBOCTH U
OakTepranbHOM KyabTypsl B. subtilis 261
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Coronatine

Cxema B3aMmoaencTBMA ropMOHA/IbHbIX CUCTEM B PAaCTEHUM U UX
BOBJIeYEHNE B MMMYHUTET pacteHnn [Pieterse et al., 2009]
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