I'pudHbIE 3(pPeKTOPHI

B npoirecce nmapasuTUPOBAHUSA HA PACTEHUAX
rpUObI BCTYIAKOT CO CBOUMM X031¢BAMH B
MOJICKYJISIPHBIA IHAJIOL, IIeJIb KOTOPOI0 — BO-
[ePBbIX, IPOUTH NOKPOBHI, 3AIMUIIAONINE TKAHU U
KJIEeTKHU; BO-BTOPBIX, IOAABUTH 3AIIIUTHHIE
CBOMCTBA KUBBIX KJICETOK U, B-TPETbHUX,
OCYIIEeCTBMTH TO, PAJAM Yero norpedoBaioch BCe
OCTAJIbHOE, - MUTAHHUE COMCPKUMBIM KJIETOK
X03sIMHA.



1. MdepMeHTHI-AENOJINMEPA3bl, Pa3pyLIAIOLIHE
KJI€TOYHbIE IOKPOBLI U 3alIACHbIE BEIIECTBA KJIETKH:
NeKTHHA3bI, [NIIOKAaHAa3bl, eJ1J100Ma3bl, aMIJIA3bI,
IpoTeasbl, JUMNA3bI U T.N1. OHU HYKHBI J1JIS BHEAPEHUS
B KJIETKY U IUTAHUA €€ COAEePKUMBbIM.

2. [luToTOKCHYECKME BellleCTBA, YOMBaKOIIMe KJICTKHU
PACTEeHUH:
Hecnenudguyeckue BUBOTOKCHHDI,
CreuuduiHbie 11 X03AMHA NATOTOKCUHbI

3. XuMniecKue coeIMHEeHMs, HANIPABJIEHHbIE HA
NnoBbINIeHUE «<KOMGOpPTa» CylIeCTBOBAHUS,
Pa3MHOKEHUS M PACTIPOCTPAHEHHUA



«CJiry4yaHoO JI4 TO, YTO,
MPOCTYIMBIIUCH, MbI
YuXaeM HJIH Ke 3TO BUPYCHI
MAHUNYJIUPYIOT HAMH, YTOObI
MOBbICUTH CBOU IIAHCHI
MOMACTh B IPYIroro X03siuHa?
He ycmiimBaroT Jin KaKkue-
JIU00 BeHepuuecKkue 3a00.1e-
BAHMA 10JI0BOE BJICYEHUE —
XOTs ObI TOJIBKO 32 CYeT BbI-
3bIBAHUS 3Y/1a, KAK IKCTPAKT
IINAHCKOU MYIIKHU? YBeJIU-
YUBAKOT JIM MOBEACHYECKUE
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CUMIITOMbI OCIEHCTBA BEPOSATHOCTH AAJbHEHIIICH

nepeaayu Bupyca...?



«Korma codaka 3apaxxaercs 0ellIeHCTBOM, €€ XapaKTep
ObICTPO MeHsieTcsl. B nepBbIe AeHDb - IBA OHA YACTO
CTAHOBUTCHA 00J1€e JJAaCKOBOM M CKJIOHHA JIM3aTh JII0JeH, C
KOTOPHIMHM 001IIA€TCH, a 3TO OIMACHO, TAK KaK y Hee B
CJIIOHE YyiKe COAePKUTCHA BUPYC. Bckope B Hel Hapacraer
0eCnoKoOMCTBO, U OHA 0JIyKIAeT AAJIEeKO OT A0Ma, FOTOBAS
YKYCUTb KAXKI0I'0, KTO MONMAJAaeTcsa e HA nyTu». Bupyc
OelleHCTBA JeJ1aeT 3JIbIMU U KYCAYMMH Ja’Ke HeXHMIHbIX
"KUBOTHBIX 3A(DMKCHUPOBAHBI CJIyYaH 3apaKeHUs Jroaen
yepes3 YKYChI 00bIYHO 0€300MIHBIX KPbLJIAHOB. O4YeBU/IHO,
YTO YKYChI XOPOLIO CIIOCOOCTBYIOT Nepeaaye
CoAepKAIIErocs B CJIIOHE BUPYCAa, HO IOMHMMO 3TOI0 €ro
3P PeKTUBHOMY PACIIPOCTPAHEHUIO MOIJIO ObI
IPEBOCXOAHO COACHCTBOBATH U «0eCIIOKOMHOE OJIYKIAHME)



Bce, 4T0o MHe TpedyeTcs, 3TO YCTAHOBUTD, YTO B
HEKOmOopbIX CJAy4asiX CUMIITOMbI X035IMHA
CipaBeAJIuB0O MOKHO pacCMaTPUBATh, KaK
IPUCIOCOo0eHue mapa3urTa... Eciiun noBeaenue uiu
(pu3H0JI0rUsl XO3AMHA — ITO AJANTALMA NAPAZUTA,
TO Y NAPa3uTa A0JKHbI ObITh... KT€HBbI
MOAU(PUKAIMHA XO3AUHA», A IPOUCXOAAIIME C
X035IMHOM M3MEHEHHUS SIBJISIIOTCSI, CJ1eJ0BATEIbHO,

YaCThI0 (PCHOTUITHYECKOH IKCIIPECCUU ITUX I'CHOB
napasura» (Jloxkuns, 2011. c. 372-373).



B oTiiM4Me OT )KUBOTHBIX, 00JIBIIHHCTBO PACTEHUHA
BeleT NPUKPENJICHHBIA 00pa3 sKU3HHU, II0ITOMY
MAHUNYJIUPOBATH MX JIOKOMOTOPHBIM IOBECHUECM
B CMbICJIE JIBHKEHUU B HAINIPABJICHUM,
OJIAaroNpUMATHOM JIsl PACHIPOCTPAHEHUS MAPA3UTA,
HEeBO3MOKHO. OTHAKO Napa3suThl HAYYUJIUCH
BJIMATH HA MOP(}OJI0TruI0 U (PU3NOJIOTUI0 PACTCHUM -
X03sieB JIBYMSI OCHOBHBIMM IYTSAMM.



1. AapecoBarb NOTOKH MeTA00JIUTOB B

HH(PUIIAPOBAHHBIC MECTA.
J1J1s1 3TOr0 mapa3suThl BbIICJIAIOT B 3aPAa’KEHHOE PACTEHHE
(pMTOrOPMOHBI, KOTOPbIE HYKHbI UM TOJIbKO /1JIl OHOU
HeJU: MAHUNYJIAIUU MeTa00JIU3M M 3aPaKEHHOTO

pacTeHmusl.

Gibberella
fujicurol




Ycunueaemca npumok npooykmoe
¢pomocunmesa 6 3aparcénnvie
yuacmku pacmeHnus. IT0
MOKA3aHO IPH MCI0JIb30BAHUH
MeToAa aBTopaauorpadpumn
3aPaKEHHBIX PKABYUHON JIUCTHEB
MIIEHMIbI, KOTOpasi pocJia B
arMocdepe paInoaKTHBHO
MEYEHOI'0 YIVIEKHCJIOI0 ra3a
(*CO,). PagmoakTnBHAs MeTKA
KOHLIEHTPUPYETCS B MECTAX, e
Pa3BMBAIOTCS MYCTYJIbI
P2KAaBYMHHOIO I'puoda.




DumozopmoHvl napa3umos 4acmo 8uvl3bléarwm papacmanue
3apaxceéHHvlX mKauneu, hopmuposanue onyxoneil, 2a1106 u
opyzux Hoeoobpa3oeanuil. I'ajyibl HA paCTEeHUSAX
00pa3ylTCcHa NPU JeMCTBUU CAMbBIX PA3HbIX MAPA3UTOB —
MHKCOMHIIETOB, OaKTepuii, rpu00OB, HEMATO/, KJIEIIEeH,
HacekoMbIX. HaxoxkaeHue B rajuie 3amuinaeT mapa3sura
OT BHEIIHHUX BO3AE€HCTBUH, CIIOCOOCTBYET BO3MOKHOCTH
NJIMTEJbHOE BpeMsi HAXOAUTHCHA B KOM(OPTHBIX YCJI0OBHSIX;
KpoMe TOro, AJst GopMHUPOBAHUS I'aJlJIa PACTCHUS
HAIPABJISIIOT B 3apPaKEHHOE MECTO MOTOK NMUTATEJIbHbIX
BeIeCTB, KOTOPbIE MOAKAPMJIMBAIOT U MMapa3uTA.






3apasicénnvle yuacmKku pacmeHui cmaperom meojieHHee
He3apPaMCEHHBIX, 00/1ble COXPAHAIOM 106CHUIbHOE
cocmosHue.
o JIncTha nmocjie 00pbLIBAHUA, KAK
+ M3BECTHO, GLICTPO JKEJITEIOT
BCJIEACTBHME Pa3pylleHUA
XJIOPOIIACTOB. OTHAKO BOKPYT
' MYCTYJI BO30OYIUTEJIS PKABYUHDI
e e 1 10JITO COXPAHAKOTCS 3eJIeHbIe
OCTPOBKH IOBEHWJIbHBIX KJIETOK, CHA0KAIOUIMX MUTAHUEM
mapasur

Yeenuuuseaemcsa oouan necneuyuuueckan cmouKkocmsp
pPacmumenbHvlX POMONIACHO8 K HOBPEHCOAIOUWUM
8030€eUCMEUAM.



2. U3MeHeH e MMMYHHOTIO CTATYyCA, O3TOMY MX
MOKHO HA3BATh HMMYHOMOAYJIATOPAMH

KJACCU®UKAIIAN
AMMYHOMOIYJISTOPHI

NmMmyHOCyHIpeccopsbl NHayKTOopsbI
(3JIMCHUTOPBI)

HecnenupuIecKue cnenuuiIecKue



BecbMa nmonyJisipHbie BO BTOPOH 1MOJIOBHHEe XX BeKa, 3TH
TepMHuHBbI B XX| Beke mocreneHHo ObLJIM 3aMeHEHbI
APYTUMM.

1/. Bo-niepBbIX, €CTECTBEHHBIH 0TOOP HE MO3BOJINII
ObI MIATOreHHBIM I'PUOAM CEKPETHPOBATH B PACTCHUSA
BelleCTBA, TOJbKO J1JI1 TOr0, YTOOBI HHAYLHPOBATH
3aIUTHBIN OTBeT. Ilo-BMaAMMOMY, 3TH BellecTBA
(PYHKIIHMOHAJIBHO HE0OXOAUMBbI APA3UTY, 4 HHAYKIUA UMHU
3alIUTHBIX peaKkiuil 00yCJI0BJIeHA PAa3BUBIIUMCS B X0/1€
KO3BOJIIOINH Y3HABAHNEM UX HEKUMH peuernropamu
pacreHuil. [Io1o0OHBIE COeAMHEHHUS MOJTYYHMJIN HAZBAHUE

PAMPS niau MAMPSs.



2/. BO-BTOPBIX, OJHO U TO K€ BEIeCTBO Mapa3uTOB B
Pa3HBIX BUAAX PACTCHUH MOKET BECTH Ce0sl M0-Pa3HOMY.
Hanpumep, Tokeun Fusarium moniliforme ¢gymonusus -
(PUTOTOKCHH 1J151 KYKYPY3bI (TO €CTh CYIIpeccop,
yOMBAIOIIMA KJIETKH X03AMHA U NMOAABJISIOMINA 3AIUTHBIH
MOTEHIIMAJ) U, HA000POT, JJIMCUTOP 3AIMUTHBIX peaKmuu
nasa Arabidopsis; 6akTepHajJbHbIH TOKCMH KOPOHATHH B
PA3HBIX PACTEHUAX MOKET BbICTYNIATh KAK TOKCHH,
¢utoropmon u aucurop. beaok NIP1 Rinchosporium
secalis B oqHMX reHOTHIIAX SYMEHS SABJISIETCH TOKCHHOM,
MOAABJIAIOIIMM NPOTEKAHUE 3AIMMMTHBIX PEAKIUU, a B
APYIrUX — 3JTUCUTOPOM, BHI3bIBAIOIIIUM MX MPOTEKAHUE.



3/. Y (ppuTonaToreHHbIX DaKTepuil U rPpUdOB ObLLIN
HallIeHbI CeKPeTUPYEeMbIe B 3apaskKeHHbIe PACTEHUS 0eJIKH,
(pyHKIUS KOTOPbIX 3AKJI0YAJIACH B OAABJICHUH
3aIIUTHBIX PEaKIUHA, BBI3BAHHBIX Hecenn(puiyeCKUMHU
ITACUTOPAMHU. ITH 0€JIKH B YCTOHNYHUBBIX PACTEHHUSX
Y3HABAJUCH NPOAYKTAMHU I'€HOB YCTOMYMBOCTH K JAHHOMY
napasury (R-0ejxamMn), KAK MHAYKTOPbI 3aAIIMTHBIX
PeAKIHUUA M OHHU NMOJYYHMJIA HA3BAHUE ClIeHU(PUICCKUX
IUCUTOPOB, AVI-0eJIK0B WM I3¢gh¢hexkmopos. To ecThb, B
YCTOMYMBBIX pacTeHusaX (o0magawmux R-renammu),
3P PeKTOpPbI — 3TO 0eJIKH, MHHAYHHPYIOIIHE YCTOMYMBOCTD,
[mo4yeMy OHM M Ha3BaHbl AVI- 0eaxkamu. Ho B
BOCIIPUUMYHBBIX T€HOTHIIAX ITH Ke 0eJIKH, HA000POT,
SIBJISAIOTCH (PAKTOPAMHU BUPYJIECHTHOCTH.



ITa ABOWCTBEHHOCTh B ICHCTBUH
OJHMX M TeX e BelleCTB ABUJIACH
NPUYNHON CHUKEHUSA
MOMYJIAPHOCTH TEPMUHOB
«JIMCUTOP», «CYIpeccop», «AVr-
0eJ10K» U paclIMPEeHU - T PMHUHA
«3pPpexrTop»: Mo KOTOPBLIM CTAJH
IMOHUMATH «BCe 0eJIKU U
HU3KOMOJIEKYJISIPHbIE COeTUHECHUSA
[AaTOI'¢HOB, KOTOPbIE BJIUAIOT HA
CTPYKTYPY U (PYHKIMHU XO3AUCKHUX
KJIETOK, TO €CTh (PAKTOPHI
BUPYJIEHTHOCTU (TOKCUHBI),
UHAYKTOPBI 0TBETA (3JTUCUTOPHI)
nu 00a »tu Tuna» (Hogenhout et
al., 2009).

EFFECTORS IN
PLANT-MICROBE
INTERACTIONS

PSUEY EAO YL



Hecnmenu@puueckue 3JIMCUTOPDI

Hecnennduueckne rmucuropbl (PAMPs — pathogen
associated molecular patterrns) — CrpykTypHble u
IKCKPETHPYEMbIe KOMIIOHEHTHI NIAPa3UTOB,
KOHTAKTHPYIOIIHE C PACTUTEJIbHBIMH KJIETKAMHA —
MOJIMCAXAPHUABI KJIETOYHOH CTEHKH — IVIIOKAHbI U XUTHH
rpuooB, JIIIC 0akTepuu, 0ejku ¢uiareinH
OaKTepHAJbHBIX KTYTHKOB U JJIUCUTHHBI (PUTOGTOPOBBIX
OOMMUIIETOB (TPAHCIIOPTUPYIOT CTEPUHBI Yepes
MeMOpaHbl). OHHM BCerjga ecTh y Napa3suroB, MO3TOMY
SIBJIAIOTCS HAJEKHBIMHU MOJIEKYJIAMHU 1JISl Y3HABAHUSA U
co31aHus 0a30BOl YCTOMYUBOCTH.

Yinapanue PAMPS npuBoIMT K IEPBUYHOMY HJIH
0azoBomy uMMyHHoMY oTBeTy — PT1 (PAMP-triggered

immunity)



PAMPS penentupyrorcst MeMOpaHHBIMH
nporenHKuHa3zamu, Jektunamu u T LR (tol-like receptors),
NMEIUMH TPAHCMeMPaHHYI0 penentupywimyw LRR
00J1aCTh M BHYTPUKJIETOYHBIA NPOTEMHKUHA3HBbIN TOMEH,
OT KOTOPOI'0 CUTHAJI Yepe3 Helb KMHA3 IepefaeTrca Ha
peryasaTop Tpanckpunuuun WRKY, BKJI0OYass HMMYHHBIH

OTBCT. o e
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Haubosee usydyennl cpean PAMPS rpu6os u
OOMHUIICTOB — MOJIUCAXAPHUIABI KJICTOYHOU
CTEHKH — XUTHH U IVIIOKAH.

OHH BBI3BIBAKOT HMMYHHBIN OTBET XO3AUCKHX
KJIETOK, KaAK PACTUTEJbHbIX, TAK U KUBOTHDIX.



IIpuMep B3aumMoaeucTBUs 3 GheKTopoB rpuda ¢
0eJIKAMH PACTCHUA-X03IMHA

Peuenropsl XMTHHA Y pPACTEHUH — MEMOPaHHbIE
nporennkuHa3bl AtCERK1 pe3ymkn
(Arabidopsdis) u CERK1 puca. Onu cBA3BIBaIOT
XHUTHH 4epe3 Ju3uH-coaep:kamuii morus (LysM)
3kToaoMeHa ECD. Oxramep xuTHHA HHAYHHUPYET
AMMEPHU3ALHIO pelenTopa, a 0ojiee KOPOTKUE
OJIUTOMEPbI — HHTHOMPYIOT ee. lumMepup3anusa —
KpUuTH4YecKasa ¢a3a 1 MHAYKIUHA UMMYHHOIO
0TBETA, TAaK KaK (pochopuInpoBaHue MOJICKYJIbI
HPOUCXOAUT TOJBKO B COCTOSTHMM TUMeEpPa




A OsCERK1 OsCERKI1

PNAS, 2012



A najiblie HAYUHACTCHA TO, YTO MO-HAYYHOMY HA3BLIBAKOT
«KO-3BOJOIHEN», 2 TI0 MPOCTOMY «TOHKOU BOOPYKECHUW.
ITapa3uT HanpaBJIsieT B «ropsAYre TOUKHU», OPYKHME HOBOTO
MOKOJIeHUSA — 3P PEeKTOPHI.

PaccMOTpuMM ero Ha npuMepe Bo30ya1uTe sl 0JIMBKOBOM
miaecenn Tomara Cladosporium fulvum. I'pu6 pa3BuBaer
MHUIEJIUA SHAO(PUTHO MEXKAY KJIeTKAMHU TOMATAa, TAK YTO

BCE CPAKEHUSA NMPOTEKAKOT

aroIJIacTHO.

1/ X¥THH B KJIE€TOYHBIX
crenkax rpudoa (PAMP)
HHAYUMPYET 3alMTHBIN 0TBET,
B YAaCTHOCTH, CHHTE3 (pepMeHTA
XUTHHA3bI, PAa3pyLIAOLIETO
KJIETOYHbIC CTCHKU rpuoda.

© 2007 Nichaela Sedlifova



2/. I'pu0 3amumaer ceoun PAMPS ot y3naBanus
penenTopamMu.

Cladosporium fulvum cekperupyer LysM
cogepxkamuu 3ppexrop Ecp6b, koTopblii mog00HO
LysM penenTopam pacTteHui, CBSI3bIBaeT XUTHH,
3aIMIIasi ero oT peuenuuu xuruaasamu. llomumo
C. fulvum LysM s¢dexTopnl HaligeHbI Y
Mycosphaerella graminicola, Magnoporthe oryzae,
Verticillium dahliae, marorena uesaoBexa
richophyton rubrum, canporpoda Trichoderma
arthrovirides.




IToMHMO 321U THI OT HMMYHHOI'O0 OTBETA,
HOA00OHbIE 0€JIKH BBINMOJHAIT, 10-BUAUMOMY,
0oJ1ee pyHaaMeHTAIbHbIE (DYHKIIMU —

a/ peryJsaiuio 4yBCTBUTEJIbHOCTH XUTHHA
KJIETOYHBIX CTEHOK K COOCTBEHHBIM XMTHHA3aM B
nmpouecce pocra rud, uX BETBJICHUA,
Mop@orenesa, MpopacTaHus CIop;

0/ YCTOMYMBOCTb K XMTHHA3aM MUKPOOPraHU3MOB
B IO4YBe.



3/. Apyroii 3¢ ¢pexTop Cladosporium fulvum oesok
AVIr4 copepKHUT JOMEH CBSI3bIBAHUS XUTHHA,
rOMOJIOTHYHBIA JOMEHY 0eC03BOHOYHbIX. OH
IKPAHUPYET XMTHH U 3AIMUIIAET €ro OT JeiCTBUA
PACTUTEIbHBIX XUTHHA3.

4/. I dexrTop Avrd yznaercsa R-0ejikoM pacTeHus:
Cf4, BcaeacTBue 4ero BKJINOYaeTCss HMMYHHbII
orBetT ETI (effector-triggered immunity), B xoae
KOTOPOI'0 B aANIOILIACTHYIO KHMAKOCTH
CeKpeTHpYyeTcs nmenruaa3a romara Pepl, koropas
paspyuiaer 0OeJIKM Imapasura.



Stomata Cladosporium fulvum

chitin
fragments

Chitinase



5. Ilapa3sur o0pa3syer eme oauH 3¢pdexTop Avrz,
MHTHOMTOP IMCTEMHOBBIX MPOTea3, cBsi3biBaoInui Pepl.

6. PacTeHue orBevyaeT ABOMHBIM yI1apoM:

| — o0pa3syer «J10:xHYI0 MHIIEHBb» JsA AVI2 BTOPYIO
ANOILIACTHYIO mpoTea3dy RCr3

|l — cexperupyer R-06em0x Cf2, koTophlii y3Haer
coequnenusi Avr2 ¢ Pepl nim ¢ RCr3 u BKJIo4aer
ETI...

U Tak naJgee...



C. fulvum L. esculentum

XHUTHH LysM-penenrop xuruna,
CHUHTE3 XUTHHA3BI

dpdexTop ESP6 3xpanupyer bejioxk Cf4 y3naer Avrd u
ot LysM peuenuun BKJIIOYAeT UMMYHHBIH
besiok Avrd 3xpaHupyeTr XUTHH OTBET, B YAaCTHOCTH CUHTE3
OT XUTHHA3LI nentuaasnl Pepl
dddexTop AVr2 — HHTHOUTOP beaok Cf2 y3naer
NnenTHaa3 3aluaeT MUIeJTun coequHenue Avr2 ¢ Pepl
OT pa3pylueHUs U BKJIIOYAeT 3alllMTHbIE

peakuuu



CUCTEMA «I'EH HA T'EH»

Al1A2
alA2 B B Y Y
Ala2 B Y B Y

ala2 B B B B

R1
CynpeccopaMu CTaJIH Avrl - ’

Ha3bIBaTh AVIr-0eJIKM (PUTO-

NaTOreHOB, CEKpeTUPYeMbIE B

R2
pacTeHus
Avr2



To ecTb, B YCTOMYHUBBIX PACTEHHUAX (0012120 IMX
R-renamn), 3ppexTopbl — 3T0 0€JIKH, KOTOPbIE
y3HaTCAa R- 0eJKaMu U MHHAYUHUPYIOT
YCTOMYHUBOCTD, IOYEMY OHM U HA3BaHbI AVI-
Oeakamu. Ho B BOCIPMMMYHUBBIX T€eHOTHIIAX ITH
Ke 0eJIKH, HA000pOT, ABJIAIOTCA (paKTOpaMHu
BMPYJIEHTHOCTH.

IlepBuuHast pyHkuus Avr-06ejaxoB - 3pheKTopoB —
HeUTpaJIu3amusa Hecnmenu(puIecKoro oTBera



OTtBeT pacreHus — R-rensnl, kogupyromue R-0eaxku

Crnenuduyeckasi cucreMa (reH-HA IeH) B OTJIHYHE
OT HeCHeU(PUICCKOU OTBEUYACT HA CEKPeTHPYEeMbIE
(paKkTOPHI BUPYJIECHTHOCTH Mapa3sura — 3ppeKTopsl:
X y3HABaAHHUE CUCTeMOl R-0eJIKOB BbI3bIBAET
BTOpUYHbII ”MMYHHBIH oTBeT ETI (effector-
triggered immunity).

O06a ortBeta PT|l m ETI| xayecTBeHHO CXOOHBI,
oaHaKo, ET| 00b1uHO pa3BuBaerca ObICTpeEE,
IPOTEKAET OCTPee M 4aCTO aCCOUMPYETCH ¢
ru0e/IbI0 KJIETOK, OKPY/KAKINUX 3aPAKEHHY IO
(peakuuein CBY)



BaxHbIe BOIIPOCHI — TPAHCHIOPT 3P (PEeKTOPOB B MULICTUU
rpuda U B KJIETKH PACTCHUS-X03IMHA

1. BHeapeHue rpu00B BbI3bIBACT OBICTPbINA OTBET Yepes
TLR, OykBajibHO, B TeueHue MUHYT. [liiq ero
HEUTPAJIU3AIMHN HEOOX0AUM TAKOM ke ObICTPbIN 0TBET —
cexkpenuro 3 dexropon. UccienoBanus, mpoBeeHHbIE ¢
Ustilago maydis, moxa3aJjmi, YTo JTUCTAHIIMOHHBIH CHTHAJI
OT IJIa3MAaJIeMMbI 10 S1Ipa nepeaaercs ¢ NOMOIIbIO
IHJA0COM, PACTIPOCTPAHAIOIINXCH B/I0JIb MUKPOTPYOOY€EK U
conep:xxamux MAP-kuna3pl. UMMoOuau3anus
cneuPUuIecKruX IHA0COM (PIIOOpPeCHeHTHBIMU OeJIKaMHu
M0KA324J1a, YTO UX JABHMKEHHE SIBJISIETCH pPellaroiuMm
(pbakTOPOM /1IJI1 TPAHCKPUIIIUHU M CeKpeuuu 3ppeKTopoB



Y Magnoporthe grizea a¢gdexTop cekpernpyercs ¢
MOMOIIBI0 OMOTPO(PHOIr0 HHTEP(PEHCHOI0 KOMILJIEKCA

cytoplasmic GFP



Caenyroumuiu 3Tain — nNpoxXoKaeHue B KJICTKH PACTCHUS.
EcTh anoIjiacTHbIC U HUTOILIAMATHYECCKHE 3(PPEeKTOPHI.
IpuMepsl anomIACTHBLIX 3(P(PEKTOPOB NMPUBEACHBI BhIIIE Y
Cladosporium fulvum.

BOJbLIIMHCTBO CUMILIACTHBIX 3(P(PEeKTOPOB 00pa3yHOTCHA Y
raycTopMajbHbIX TPUOOB:
IEPOHOCIIOPOBHIC, MYYHHCTO-
pocsiHbIe, pKaBUHHHBIC
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Uaero 0 yHKIMHU raycTopus
KAaK OpraHa, pyHKIuOHAJIbHO
HANPABJIECHHOI'0 HA BbIACJICHHUE
PeryJsiTOpHbIX MeTa00JIUTOB, a
He HA NMTaHUe, BliePBbIe BbIC-
ka3zaJj B.B. Ma3un:

«...MIAPAZUT OKA3BIBACT PeryJiu-
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B npoiecce rpanciaokanuu 3pGeKTophl 10JIKHbI
IPOMTH HECKOJIbKO 0apbepoB: IJIa3MajieMMa U
KJIETOYHAS CTEHKA rpuda, KJIETOYHAA CTEHKA H
[J1asMajieMMa KJIeTKH pacTteHusd. llpu cexpenun
U3 raycropusi HeT Oapbepa pacTUTEIbHOU
KJIETOYHOH CTEHKH, €CTh TOJIBKO
IKCTPAraycropmajibHass MeMOpaHa, KOTopasi
OTJIMYAETCH OT IJIAa3MAaJIeMMBbI 110 KOMIIO3HIIUH
0€eJIKOB U CTePUHOB.

i mpoxoxkaeHuss MeMOpaHbI 3P PeKTOPbI UMEIOT
B N-TepMHHAJIbLHOM 00J1ACTH CUTHAJIbHBIN NMENTH/,
KOTOPBIN UCNMOJIB3YEeTCSH B MPoIiecce BHEAPCHUSA B
KJIeTKY X03sIMHA.



Oomuniernl. Phytophthora infestans, P. sojae,
Hialoperonospora arabidopsidis mpoayuupyot
cynepceMercTBO 3(pPeKTOPOB, HUMEKIIUX 0eJIKOBBIN
moTuB RXRL-dEEF (aprunun-aro6ass aMMHOKHCI0TA-
APrUHUH-JICHIMH; aciaprar (M3peaKo)-riiraMar-
VIITAMAT-APTMHUH). DTOT MOTHB 00ecrieuyuBaeT
MPOXOKICHUE 0eJIKA B KJIETKY PACTEHHUM, U 1O €ro
HAJTUYUIO HICHTHPUUIHUPOBAHO 00J1bII0E YHUCJI0 AVI-TeHOB.

AHAJOTMYHBIA MOTHUB HEOOX0AUM AJISA TPAHCIIOPTA
MAJIIPUAHOIO MJIA3MOAUSA Yepe3 MeMOpaHy 3PUTPOIMTA,
[pUuYeM 3TH 00J1aCTH Y OOMMIIETOB U IJIA3MOJAMA B3aUMHO
3aMeHsIeMbl, I0-BUIUMOMY BCJIEACTBHE B3aAaUMOAEHUCTBUSA C
UICHTUYHBIMUA MEMOPAHHBIMHU pelenTOPAMHU X0351€eB.
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Y B0O30yaMTEII MYYHUCTOU Pochl suMeHs Blumeria
graminis B rayCcTopusix oopasyercst ABe rpyninbl
3pdexTopoB. Ilepas (AvrRK1 u AvrA10) KJIOHHPOBaHBI.
Konupyrouue ux reHbl rpynna — paHHue 0eJIKu; U3 HUX
JIBA OTHOCATCH K 00JIbIIOMY MYJIbTUT€HHHOMY CEMEUCTBY
(00J1ee 30 mapaJyioro). T 0€JIKH HEe MMEKT CUTHAJIbHBIX
MEeNnTHI0B, TO €CTh UCIOJIb3YIT AJIbTEPHATUBHbIE CIIOCOObI
POX0KIAeHUs yepe3s MemOpanbl. Hanpumep, 3 pexTopnbl
BO30yauTesieud pkaBunH 0000BbIX Uromyces fabae u U.
striatus nmepexoasT yepe3 MeMOpPaHbI B
IroKo3uJauposanHon gpopme (Kemen et al., 2005).



B 3peJbix raycropusix Bgh skcnpeccupyercsi cunrTes
ceMercTBa 0€JIKOB, UMEKINUX N-TepMHHAJIBHYIO
CUTHAJILHYIO MOCJIe0BATEJIbHOCTD U3 17 aMUHOKHCJIOT €
KOHCEPBATUBHBIX PACIOJI0KEHUEM aPOMATHYECKUX
AMHMHOKHUCJIOT. ITO CEMENCTBO BHICOKO MOJUMOP(PHBIX
0esikoB oOpasyer 17 kiaacrepoB nmo 2-17 B Kaxaom.
CemeiictBo Y/F/\WXC — 6eJ1k0B SKCIIpecCHPYeTCs TaKXkKe B
raycTopusax Bo30yauresie 3J1aK0OBbIX p:xxkaBunH Pgt u Pt.
Io-BuauMOMY, 3TOT THI 3(PPEKTOPOB XapPAKTEPEH I
raycTopuaJbHbBIX MAapa3uToB 3j1aKoB. Y Bgh TakoBbl 107
0eaxkoB (19% Tpanckpunroma raycropuiu), y Pgt —178,ay
Pt —57. Haxoxaenue cXOAHbIX 3(PpPeKTOPHBIX 0EJIKOB Y
[peaCTABUTEIEH ACKO- M 0a3UTHOMUIIETOB - MOKA3aTe/Ib
HAJUYUSA O0IUX MUILICHEH Yy 3JIAaKOBbIX PACTCHUH, a
pa3sHooOpa3ue 3TUX 0eJIKOB — MHOKECTBEHHbIX MUILICHEH.



KoHcepBaTuBHOE MOJIOKEHHE aPOMATHYECKUX
AMUHOKHUCJIOT He CBUAETEJbCTBYET 00 UX CEKPETOPHbIX
(PyHKIMAX, KO0 OHM IKCIIPECCUPYIOTCH B 3peJIbIX
rayCTOPUsIX M CJYKAT JJIs1 MOAABJICHUS 3aIlIUTHBIX
peaxkuyi U/ UM 1J1s1 MTATAHUA.

A y HekpoTtpoda Pyrenophora tritici-repentis Tokcun
OesikoBoO# npopoabl T0XA cogep:kut B C-TepMHUHAJIBHOM

y4acTKe MOJIEKYJIbI EeNTHI, He0OX0AMMBbIii JAJI MonaJaHusa
B kieTkn (RGD)



DOyHkuu 3G PeKTopoB

1. IlogaBjieHMe MMMYHHOI'O OTBETA

A. Boioenenue anmuanonmo3nslx 0€1K06, 3auiuiiarouiux
KJIemKU pacmenus om 2ubeau u cnocoocmeyrouwjue
RUMAHUIO OUOMPOPHBIX NAMO2EHO8.

Avr3a Phytophthora sojae — cynpeccop kieTounoii cMepTH.
YyacTByeT B NOAJAEPKAHUM KU3HECIIOCOOHOCTH KJIETOK
X03iIMHA BO BpeMs ()POHTA MHBA3ZUU U PAZBUTHUS
raycropus (16-20 gac). Avrlb 3amuinaer kjiaeTkn aposkxei
U PACTEHHUH OT MPOANONTOIeHHOI0 MbILIMHOI0 0eJIKa
BAX. ATR1 u ATR13 Hyaloperonospora parasitica
o0ecrevuBalOT BHICOKHII THTP pa3MHOxeHus (B 30 pa3 >)
nceBaoMoHaa, CHUKAKT B 100 pa3 oTiioskeHue Kaie3bl U
npoaykuuw ADK, kak 0a3ajJbHOro0 3aliMTHOIO 3¢ dekxra.




Ustilago maydis mpo0uBaeT KJIeTKY X031MHA, HO He
MeMOpaHy, U IPOXOAUT B MEMOPAHHOM MeEUIKe 10
NPOTHBOIIOJIOKHON CTeHKHU. B 310 Bpems 3kcnpeccupyercs
Pepl, koTopbiii ceKpeTHPYETCS B MeKMeMOpPaAHHBIH
HHTepderc U HHTUOMpPYyeT ruode/ib 3apaKeHHOU KJICTKH,
ob0ecneyrBas
OuoTpOPHOE MUTAHUE.
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ITH (AKTHI UMEIOT OrPOMHOE IMUAEMHUOJIOTHYECKOe
3HAYECHHE:

1/. PazBuTHE HEKPOTPO(POB HA JUCTHAX, 3APAKEHHBIX
OMOTPO(HBIMHU Mapa3sUTaM.

Colletotrichum dematium. BeI3pIBaeT aHTpPaKHO3
mnuHaToB B Iutare Apkansac (CHIA). PacnpocTpansiercst
BCJIE] 3 MOPAKEHUEM 0€JI0U PIKABYMHOM, KOTOPYIO
BbI3bIBaeT oomuneT Albugo occidentales

dy3apueBbie TPUObI PACHPOCTPAHATCH MO JUCTHAM
JIbHA, 3aPaKEHHBIM PKABYNHOU M JJUCTHAM IIICHUIbI,
3apaKeHHbIM MYYHHUCTON POCOM.



Yuciio0 orMepuInx KJIETOK KapTodeis, 3apaKeHuoro
PAa3HbIMH I'PUOAMHU, ITOCJIE IIPEABAPUTEIBLHON 00PaAdOTKHI
B-1.3, B-1.6 rimrokaHaMu cCOBMeCTUMOMN (BUPYJIEHTHOM) U
HecOBMeCTHMOM (aBHpPYJeHTHOM) pac Phytophthora
Infestans (B mpoueHTax Kk 00padoTKe BO/I0I)

I'pud

Yucso orMepux KjiIeTok (% or 00padoTKM BOAOM) MOCJIE
00paldoOTKH IIIOKAHAMM

COBMECTUMOM pacekl

HECOBMECTHMOM pachbl

Phytophthora infestans

Colletotrichum
lindemutianum
Fusarium colmorum
Helminthosporium solani
Phoma exqua var. exiqua
Botrytis cinerea
Cladosporium cucumerinum
Pyrycularia oryzae
Alternaria alternata

224

225
138
157
120
2170
155
192
154

73

117
61
43
70

118
95
89
92




2/. CMemianHass MH(peKkuda KJIyOHel kapTodeis

Kiayonu, 3apaxeHnbie (pUToPTOPO30M, 00BIYHO CTHUBAKOT
He 0T NePBUYHON MH(PEKIMH, a BCJIEACTBUE
HHIMOUPOBAHUS UMMYHHOI'0 OTBETa HA BTOPUYHOE
3apaskeHue HEKPOTPO(PHBIMU DAKTEPUAMM U TPUOAMU

3/. B onbITax ¢ ABOMHON MHOKYJISIUEH MOKA3aAHO, YTO
KJIETKHU, 3APAKCHHbIC BUPYJICHTHON Pacou, He THOHYT OT
IMOBTOPHOI'0 3apPaKeHUsI AaBUPYJICHTHOU PACO.



b. Boioenenue hepmenmos, meHAOUIUX MEMADOTIUIM
xo3auna. Ustilago maydis cekperupyet B kjeTkn 3¢ dexTop
cmul, - pepmMeHT XOpHU3MAT MyTAasy, KOTOpas
KaraJau3upyer 1M mar B CHHTE3€¢ apoMaTHYeCKHUX
AMHUHOKMCJIOT — KOHBEPCHIO XOPHU3MOBOM KHCJIOTHI B
nped@eHoByI0 (OCYIIECTBIISAETCH B XJIOPOILIACTAX)
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B nuTomiaaMme pacreHud CMul gumepusyercs ¢
¢ppemenTom ZMCMZ2 ¥ yBeJIUYHBAET TOK XOPHU3MATA M3
XJIOPOILJIACTA B IIMTO30JIb, CHHKAA €r0 JOCTYIMHOCTD JJIs
CHMHTE3a CAJTNIUIOBOU KUCJIOTHI M (PEHUJITIPOIIAHON/IOB.
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2. Hekporusamus KJIETOK.

Hexkporpodbl, HA000pOT, AJI OKKYNAIMU KJIETOK
pacTeHMs JO0JI2KHBI NIPEABAPUTEIbHO YOUTH HX CBOUMH
TOKCHHAMM.

Rhinchosporium secalis cexkperupyert Tpu
Hu3KkoMoJieKyJasaspHbIX nentuaa Nipl — Nip3. IlepBblii
HHAYIHUPYET crienu(pruIecKu 3alllMTHBIA OTBET Y COPTOB
siYMeHsi, UMeIuXx reu Rrsl, moaromy on
paccMaTpuBaeTcs Kak npoaykr Avr resa. OaHako,
aesjenus Mo KOMUPYWIIEeMy reHa CHUKAET MATOreHHOCTh
rpuda K BOCIIPUUMYHUBBIM COPTAM.



Stagonospora nodorum u Pyrenophora tricici-repentes
NPOAYHMPYIOT HEKPOreHHble nmentuabl (SNTOX1 u
PtrToxA) , xo3sinHO-cnnenu(puIHbI€ TOKCHHBI, KOTOPbIE
Y3HAIOTCSI penenTopaMu xo3sieB. 1- B3aUMOAEMCTBYET C
MPOAYKTOM I'éHa BOCIIPMUMYHMBOCTH MIIEHUIbI SNN1, 2-i1 —
¢ 0eaxkom Tsnl (mo-BuaMMOMY, pa3Hble HA3BAHUS OHOIO
jgokyca). 132 kD 6esok PtrToxA B3aumMoaeicTByeT ¢
caiitoM xjopomiaactoB (TOXABP1). Oror 6e10k nMeeT
FOMOJIOTHIO C CAUTOM CBSA3BLIBAHUSA (POoCchaTHIUIMHO3ZUTA,
KOTOPBIN €CTh B *)KMBOTHOM 0e€JIKe, Y4aCTBYIOLIIEM B
IHAO0LMTO3E.



NLP-0eaxm: Nep-like proteins (necrosis and ethilene
Induced proteins).

HaiiieHsl y MHOTHMX 'PU0OOB, OOMHULIETOB U OaKTEepuu. Y
rpudoB — 1-4 NLP rena, a y ooMu1ieToB MHOIO: y
Phytophthora sojae — 29, y P. ramorum — 6o.1ee 40, npuiem
TOJBKO 7 — OpTOJIOTH. beIcTpas aMiinpuKanus u
JMBEPreHI s YKAa3bIBAECT HA 00JbINYI0 POJIb B IAaTOIeHe3e.
Jlu3pynuus reHoB y Erwinia carotovora conpoBoxaaeTcs
peaykuued nmaroreHHocTu. NLP-0ejiku BbI3bIBaIOT rudelib
KJI€TOK M MMMYHHBIA OTBET TOJbKO y ABYA0JIbHbIX, XOTH
BCTPEYAKOTCA My MAPa3UTOB 3J1aKOB U3 PO0B
Magnoporthe u Fusarium, a Taxk:ke canporpo¢HbIX rpudoB
1 0OakTepud. CYUTAIOT, YTO OAKTEPUM MOJTYYHUIH X
FOPU30HTAJbHBIM MEPEHOCOM U3 I'PUOOB.



Cexkpenust uTOPTOPOBLIMU OOMHULIETAMH AVI-0€JIKOB,
MOAABJISIIOIIMX ANONTO3 U HEKPOTU3ALHUIO 3aPaAsKeHHBIX
KJIETOK, a TaK:xke NLP-0e1x0B, BLI3bIBAIOLINUX
HEKPOTHU3AIMIO, - HHTePECHbIN (P)EHOMEH, NPUCYIIIUHU
remuduorpodam. B nepBoit, 0MorpodHoi pase maroresHesa
(16-20 yac npu ¢purtodTopo3e con), 3pdeKTophbl
MOAAEPKUBAIOT KJICTKH ¢ HAXOASIIUMHUCS B HUX
rayCTOPUSIMHU B ’KU3HECIIOCOOHOM COCTOSIHMU. A 3aTeM
BbIIEJISIIOTCS HEKPOreHHbie 3¢ eKTopHbIE 0CJIKH,
YCKOPSIIOUMe rude/ib 3apaskeHHbIX KJIETOK. -



3. Biusinue Ha MopdoreHeTM4YeCKUE MPOLECCHI

IddexTop Phytophthora unfestans ipiO cogep:xuT MOTUB
RGD obGecneuuBaomuii ajere3ui0 KJIETOK
MJIEKONMMUTAIOINUX (MMeeTCs B MeANATOpe B3aUMOAeiiCTBUSA
Oejike HHTEerpuHe). JIeKTHH-penenTopHasi KHHA3a
MeMOpaHnbl — penentop RGD cBsi3bIBaeT MHTErpHHbI,
MPOHM3bIBAIOIIHE KJIETOYHbIE MEMOPAHBI U
o0bequusIomue cocennue kiaerku. RGD motus IpIO 6enka
HACBHIIIAET PENENTOPbI U, KOHKYPHPYH ¢ HHTEPTUHOM,
BbI3bIBaeT pacnaja TkaHu. [1ocKkoJIbKY KjIeToYHAasi aare3us
UIrpaeT BasKHYK0 POJib B 3allIUTHBIX PeaKmusiX, JaHHbI
MEXaHHU3M TAK:Ke AABJISIEeTCH AHTUMMMYHHUTETHBIM.
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RGD-moTuB BaskeH He TOJbKO JAJI5 aAre3nu
COCEIHHUX KJIETOK, HO M JIJISI HHTEerpalyy BaKHEHIIIUX
KJIETOYHBIX CTPYKTYP — KJIE€TOYHOM CTEHKH,
IJ1a3MaJIeMMbl M HATOCKEJIeTa B eIMHbIH KOMILJIEKC.
MMEHHO 3TOT KOMILIEKC o0ecnnedyruBaeT NepBUYHbIH
OTBET KJETKH HA KOHTAKT C Mapa3uToOM HUJIH €ro
MeTaboauTamu. IlaTtoreHHbie OpraHu3Mbl, KOTOPbIE
BoIACAAT RGD-conep:kammue 3¢ dexkTopubie OeIKn
(Phytophthora infestans, Mycosphaerella pinodes),
HAPYIIAKT CBSA3H KJIETOYHON CTEHKH ¢ MeMOpPaHoOH (KaK
ITO MPOUCXOIUT BO BpeMd ILIa3MO0JIM3a) M TEM CAMbIM
MHIMOUPYIOT NEPBUYHBIM HMMYHHBIA OTBET



OPIAHUBALUA DOPPEKTOPHLIX 'TEHOB
BI'PUBHBIX TEHOMAX



KJjiacrepbl reHOB
Pa3z0pocannblie reHHbIe 001acTH (gene-sparse regions,
TPAHCIIO30HHbIE OCTPOBKH, OCTPOBKH IMATOI¢HHOCTH).
I'pynnbl KOPeryJasiTOpHbIX reHOB, KOAUPYIOIINX
cexkperopHble 0eiaku. Y Ustilago maydis na xpomocome
19A — rpynnbl u3 3-26 reHoB, NepeMeKaAUIMXC ¢
PeTPOTPAHCIIO30HAMM.

5 porisorium reflianum chromaseme 19
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OCTpOBKM NATOr¢HHOCTH (PUTOPTOPOBHIX OOMHULIETOB:
10-100 yuacTkoB aausHoi 10-1000 kb. IddexTopublii ren
PiIAvr4 P.infestans B o0aacTu, nporszkeHHocThI0 100 KD,
nMeeT rOMOJIOTHI0 C TeHOMHbIMH o0jacTsaMu P. Sojae u
P.ramorum

e ww

e |

_____
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Fhytophthora sojae scaffold 39

FlaviR4

Fhytophthora infestans scaffold 1.11

10 kb RN

Fhytophthora ramorum scaffold 56




M30X0pHbIE 00J1aCTH
YuacTku, cogepxkamue 0koJ10 300 reHos,
oooramennblie I'+11 mapamu. Y Leptosphaeria
maculans 10 o6aacreii aaunoii 10-350 kb, kogupyror
MeJIKHEe CeKpeTupyeMble 0eJIKU ( BepOSATHBIE

IPpdeKkTophl)

0.57

0,01

o "y o

—  Leptosphaeria maculans chromosome 3 scaffold 1
250 kb



CyOTesioMepHBbIE 00J1aCTH
JbdPekTopHbIE F'eHbI YACTO PACIIOJIOKEHbI BOJIU3H
Tejgomep.. AvrPita Magnoporthe oryzae — B
HeCTA0OMJIBLHOM 00J1aCTH BOJIM3M TEJIOMEPHBIX
IIOBTOPOB HA XpoMocoMme 6.

d L Magnaporthe oryzae chromozome 6

' 5i-6l chromosome 6

reca | 10 B e DR

Avr-pita

Dzs-1] chromosome 6
Avr-pita

mnm il * dB= = = mE



CIIOHTAHHAA UBSMEHYUBOCTDH BO3BY AUTEJIA
IMUPUKYJIAPUO3A PUCA Pyricularia oryzae
(dapara u ap., 1988)

IIpumopckuin kpaii KpacHogapckuii kpau

beJIKOBBIN MOJMMOPGU3M

BHyTpupernona/bHblii 0,845 0,801
BHyTpUnOnysuHOHHbI 0,809 0,702
BHYTPHKJIOHAIbHBIH 0,548 0,412

KyJbTypajabHO-Mopd010rHYeCK e IPU3HAKH

J1oJ11 HeCTAOMJILHBIX IITAMMOB 0,63 0,27

W3 HuX ¢ penHuupyomencs
HecTa0MJILHOCTBIO (%) 39 49




Jncnen3adeabHble (HeoOsi3aTeabHble, CDC) XpoMoCcoOMBI
Oonapy:kennl y Nectria haematococca, Alternaria
alternata, Mycosphaerella graminicola. Pazmepsi 0,39-0,77
Mb. 4 CDC Fusarium oxysporum, orcyTcTByloiue y F.
verticilloides. Oagna u3 CDC o6oraiuena 3¢pdexropamu
(SIX)

Fusarium verticillioides Fusarium oxysporum
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3aknovyeHue

CBsi3u rpu0OB M pacTeHUl YXOAAT BIi1y0Ob BekoB. CamMmble
NPUMUTHBHBbIC TPUOBLI U NICEBAOTPUOBI (XUTPUAUOMHUIEThI
1 rOJIOKAPIHbIE OOMUIIETHI) MAPA3UTHPYIOT HA CAMBIX
IPUMHUTUBHBIX PACTEHUAX (BOXOPOCIAX).
depMeHTATUBHBIN anmapar rpud0B HACTPOEH HA
pa3JioKeHne MOJIUCAXaPUI0B — CTPOUTEIbHBIX
MATEPHUAJIOB U 3aNIACHBIX NPOAYKTOB PACTEHUI, OITOMY
rpudbI He TOJBKO BbI3BIBAKT 00JILIIMHCTBO 00JIe3HEeN
PACTEeHMI, HO ABJIAIOTCH TaAKKe INIABHBIM JeCTPYKTOPOM
TPYIOB PACTEHUN (PACTUTEIbHBIX 0CTATKOB), OCTABJISAA
TPYIBI )KHBOTHBIX OaAKTEePHSIM.



B npouecce [UTEIbHON KOIBOJIUUA MHOTHE O€JIKH
(pUuTONMATOreHHBIX 'PUOOB, BHINMOJHABIINE PYHKIIUM
PeryJjasiTopoB OHTOIreHe3a, Mop(doreHes3a M 0TBETa HA
U3MEHAIIUECH YCJIOBUS KU3HU, MIPUOOPEIM BTOPUYHBIEC
(pyHkuuu 3pPexTopoB, NOAABJIIIOIIAX UMMYHHYIO
CHCTEMY PACTCHUH-X0351€B U CO3AAUINX KOM(pPOPTHYIO
cpeay OOMTAHHUS BHYTPH XO3AMHA.

MHOKEeCTBEHHOCTh CEMEUCTB I'¢HOB, KOHTPOJIHMPYIOIIHUX
3TH 0€eJIKU M UX Pa3HOOOpa3ue CBUACTEIbCTBYIOT O
JJIMTEJIbHOU 3BOJIIOIMU U CUJIBHOM JaBJIEHUH 0TOOpA,
KOTOpOE CO31aI0T HMMYHHbIE CUCTEMbI PACTEHHUM.



IIpMHOMIBI M CIOCOOBI MPAKTHYECKON peajinu3anuu
pe3yJabTAaTOB U3YYEeHHUSA TPUOHBIX 3P (PeKTOPOB

«+o . CTAIIKOM J0JITO B HEKOTOPbIX HAYYHBIX YUPEKICHUAX
(pyHIaMeHTAJbHBbIE UCCJICA0BAHUA MOHUMAINCH KAK... He
CBSAI3AHHBIE ¢ HYKAaMHU (pepMepoB U He UMEIKoIIUe
BEPOSATHOIO IPUMEHEHMS B CeJIbCKOM X03McTBE. S
[10JIaraK0, YTO BCE 3TO MEHACTCH; MPAKTUKA MMOKA3bIBACT,
YTO 00BIYHO TPeOyeTCH 00J1bIIe HHTE/LJIEKTYAJIbHOU
CMEJIOCTH JISl PelieHUA NPo0J1eMbl HENMOCPEACTBEHHOI'0
MPAKTHYECKOI0 3HAYEHHS, YeM MPodJ1eMbl, peniaeMou
[IABHBIM 00pa30oM paau ONy0JUKOBAHUSA B HAYYHOM
KypHaJe»

Ban nep Ilinank.



1/. BBegeHue B pacTeHHue WM Cpeay OOMTaHUA
HENATOreHHbIX BU/0B M IITAMMOB I'pU0OB,
HHAYUMPYIOIIUX 3alIMTHbIC PEaKIUMH Y PACTeHU
(«BAKIUHALM )

2/. UHAYKIUSA 3aIUTHBIX CBOMCTB PACTCHUHA
MUKPOOHBIMH JIMCUTOPAMU NMyTEM 00padOTKH
onpeaeJJeHHbBIMA MUKPOOPTaHU3MAMMU UJIH MX
metaboauramu (MAMPS, s¢pdexTopamn).



3/. IK30reHHOEe BBEICHHE B PACTEHUE CUTHAJBHbIX
MoJiekyJ (CK, ZKAK u ap.) Wiim ux XMMHYECKH
CHHTE3HMPOBAHHBbIX HUMHTATOPOB.

4/. Ucnosib30BaHuE T€eHHOMHKEHEPHBIX METOI0B
IJIS BBeleHHSI B T€HOM CeJIbCKOX03SIMCTBEHHbIX
PACTEHHMH KeJIaTeJIbHbIX T€HOB, KOHTPOJIUPYIOIHUX
YCTOMYMBOCTH WM PEryJUpPYyIOIIUX MeTaA00J13M B
HeKeJIATeJbHOM JJISl Iapa3uTOB HAIIPABJICHUM.



Cmmacu60 32 BHUMAaHHE



