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OrpomHoe uncno rpnuboBs, 6akTepurii U BUPYCOB NOTEHLMANIBHO
CNoCco6HbI MHOULMPOBATL TKAHU U Bbi3blBaTb 3a601€BaHNA pacTeHUIA.
YCTONYMBOCTb pacTeHMI K NaTOreHaM OCHOBbIBAETCA Ha CJIOXKHOW CceTn
KOHCTUTYTUBHbBIX N MHAYLMPOBAHHbIX 3aLMTHbIX PeakLuii, B KOHTpone
KOTOPbIX 3afeiiCTBOBaHO 60NbLUIOe YMNCIO reHoB. KneToyHas cTeHKa
ABNAETCA NePBbIM NPENATCTBUEM, KOTOPOE AOSXHbl NPEeOAoNeTb
naToreHHble MYKPOOPraH13mbl. YcneluHas 3almta Ha ypoBHe
KNEeTOUYHOWN CTEHKM MOXKET OCTaHOBUTb BTOPXKEHME NMOAABNAIOLLErO
60MbLUINHCTBA NOTEHLMaNbHbIX uTonatoreHoB. PasHble BUAb
pacTeHWii Pa3nnyaloTCA NO CTPYKTYpe KNeTOUHON cTeHKN. OcHoBY
KJIETOUHOW CTEHKM COCTABMAET CETb 13 MUKPOPMOPUIT LieNNTonosbl,
nepeceKkaemblx MONIEKYNaMU remMmrLenonosbl. B pacTywmx yacrax
pacTeHnA 3Ta CeTb BCTPOEHA B MAaTPUKC M3 NMEKTUHOBbIX Nosncaxa-
puaoB. B yxxe cdopMmnpoBaBLLMXCA TKAHAX KETOYHbIE CTEHKN
ycuneHbl TMrHMHOM. Kpome nonvcaxapraos, KNeTouHasa CTeHKa
COLEPXKUT 3HAUNTENIbHOE KONMYECTBO GENKOB, BbIMOSTHAIOLNX
CTPYKTYpPHYIO 1 depmeHTaTBHYI0 GyHKUMNU. IHGOopMaLma o MHoro-
YMCNIEHHbIX BeMKax KEeTOYHbIX CTEHOK Pa3HbIX BUAOB PacTeHUi
npegcTaBneHa B 6ase gaHHbix WallProtDB. Kaxkablii 13 KOMNOHEHTOB
KNEeTOUYHOW CTEHKM BHOCUT BKag B GOpPMMpPOBaHMEe YCTONUMBOCTN

K natoreHam. B mecTtax KoHTaKTa C noTeHunanbHbIMM MaTOreHamun
NPOVCXOAUT JOMONIHUTENIbHOE YKPerneHue KINeTOUHOWN CTEeHKM

1 HaKOMJIEHNEe aHTUMUKPOOHbIX BTOPUYHbBIX METabONNTOB.

MaToreHbl cekpeTnpyoT depmeHTbl, CNOCOOHbIE pacllennATb
KOMMOHEHTbI KIIETOYHOW CTEHKN. B 0TBeT Ha aTaky M1Kpo6oB
pacTeHve npodyunpyeT MHIMOUTOPbI MUKPOOBHBIX FMAPOANTAYECKMX
depmeHTOB. PacTeHne Takxe CMocobHO OLieHMBaTb KONMYECTBO
KOMMOHEHTOB KNETOYHOWN CTEHKM. Tak, MyTaHTbl ¢ feduunuTom
Liensiion1o3bl 06bIYHO UMEIOT MOBbILLEHHbI YPOBEHb NUTHUGUKaLMM

1 yCuneHve 3almTHOro oTeBeTa. Bo3HuKatowye nocne gencraus
MUKPOOHBIX GEPMEHTOB HU3KOMOJEKY SIPHbIE pparMeHTbl
KNEeTOUYHOW CTEHKN BbIMOJSHAIOT CUrHanbHyo GyHKUMIO, ycunmBsan
3aLMTHYI0 peakumio pacTeHmns. Takum obpa3om, KneTouyHas CTeHKa
ABNAETCA AMHAMNYECKOW CTPYKTYPOI, COCOBHON NpefoTBpallyaTb
NPOHNKHOBEHVE GONBLUNHCTBA NOTEHLMaNbHbIX MAaTOreHOB

1 3anycKaTb pa3Hble BapuaHTbl UMMYHHOTO OTBeTa. PEKOHCTpyKLUA
FE€HHbIX CeTel, KOHTPONUPYIOLWMX CTPYKTYPHO-OYHKLIMOHANbHYIO
OopraHn3aumio KNeTOYHOW CTEHKM B MPoLecce pocTa v B YCNOBUAX
610TNYECKUX 1 aBMOTUYECKMX CTPECCOB, He0bX0AMMA AJ1A MOHUMaHMA
MONEKYNAPHbIX MEXaHN3MOB Pa3BUTUA 1 CTPECCOYCTOMYMBOCTU.

B 0630pe paccmaTpurBaloTCa MeXaHn3Mbl crneunduyeckon n Hecne-
undurYecKo yCTOMUMBOCTM PaCTEHUI K MaToreHam passinyHom
NPVPOABI, CBA3aHHbIE C KNETOUHON cTeHKol. O6CyKAATCA CTPYKTypa
KNEeTOUYHOW CTEHKNM 1 POJib Pa3fINYHbIX KOMMOHEHTOB B AeTEKLUN
NHBa3nn d)I/ITOnaTOFEHOB N NHAYKUNN 3alWNTHBIX MEXaHN3MOB.

KnioueBble CfloBa: BPOXKAEHHbI UMMYHUTET; KIIETOYHAs CTEHKa;
3epHOBbIE KYJbTYpbl; IpMOHbIE MaToreHbl; IMCTOBAs PXKaBUMHa,
Hecrneumdurueckasn ycTonuymBoCTb.
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A huge variety of phytopathogens (viruses, bacteria,
fungi) are potentially able to infect plant tissues

and cause diseases. Numerous plant genes control

a complex network of defense mechanisms based

on both constitutive and inducible processes. The cell
wall is a primary barrier the pathogens have to
penetrate to start the infection process. However,

it is able to block invasion by most non-specific
potential pathogens. The cell wall structure may
differ in various plant species. It is based on the net
of cellulose microfibrils linked by hemicellulose
molecules. Pectin and lignin are the other important
cell wall constituents. Dozens of proteins inside

the cell wall are involved in structural and metabolic
processes as well as in signal transduction and
regulatory circuits (more information is available

in WallProtDB database). Each of these components
contributes to resistance to pathogens. At the points
of contact with potential pathogens cell wall structural
changes and accumulation of metabolites with anti-
microbial, antifungal or antiviral activities occur. Some
pathogens could produce hydrolytic enzymes able
to degrade cellulose and pectin to counteract these
non-specific plant resistance mechanisms. In turn,
plants developed the inhibitors of pathogen-related
enzymes and this “arms race” is an important part

of plant evolution and host-pathogen interaction
mechanisms. Plants also can evaluate the cell wall
state to compensate for imbalances and deficiencies.
For instance, mutants with cellulose deficiency may
have a higher lignification rate and a stronger stress
response. The cell wall is also a source of signal
molecules triggering the initiation of response
mechanisms. In total, the plan cell wall is a complex
dynamic structure able to prevent infection by

most potential (non-specific) pathogens and switch
on the mechanisms of plantimmune response.

The reconstruction of gene networks controlling

the cell wall structural and functional organization
during the growth, and under normal and stressful
conditions is vitally important for understanding

the basic molecular mechanisms of development and
stress resistance. The mechanisms of specific and non-



KAK UUTUPOBATbD 3TY CTATbIO?

specific plant resistance to various phytopathogens
connected to the cell wall structure are reviewed.
The roles of the cell wall constituents in pathogen
detection and the induction of defense mechanism
are discussed

Key words: innate immunity; cell wall; crops; fungal
pathogen; leaf rust; non-host resistance.
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aCTEHHs IOABEPraroTCsl BO3AEHCTBUIO OTPOMHOTO KO-

JIM4YecTBa TpHOOB, MHKPOOOB, BUPYCOB, HEKOTOPBIC U3

KOTOPBIX CIIOCOOHBI IIPEO/I0JIEBATH 3aILIUTHBIC MEXaHH3-
MBI ¥ BBI3BIBATh 3a00JIeBaHNs. YCTOHYNBOCTH PACTEHHH K T1a-
TOT€HAaM OCHOBBIBAETCS Ha CIIOXKHOM CETH KOHCTHTYTHBHBIX U
WH/Iy[IUPOBAHHBIX 3aLUTHBIX 0apbEPOB, B KOHTPOJIE KOTOPBIX
3aJIeHCTBOBAHO OOJIBINIOE YKCII0 TeHoB. Ha HauanmbHBIX STanmax
3apakeHHst IpuOOM Zymoseptoria tritici i 10 TIOSIBIICHUS TTep-
BBIX IIPU3HAKOB 3200JI€BaHMSI CETITOPUO30M HAOIIOAAETCS U3~
MeHeHne dkenpeccnn 6omee 3 000 renoB mmeHwuns! (7riticum
aestivum) (Rudd et al., 2015). DTi n3meHeHus 3aTparuBaoT
CHHTE3 3aIIUTHBIX OCJIKOB, CUTHAJILHBIX MOJIEKYJI, TOPMOHOB,
(hpykTaHa, TUTHAHA | JP.

Hapsiny ¢ cymiecTBoBaHHEM Pa3IMUYHBIX CHEIUATH3UPO-
BaHHBIX MEXAHNU3MOB 3aIIUTHl, Y BCEX PACTEHUH CYLIECTBYET
kierognas cterka (KC) — mepBoe mpemsTcTBre, KOTOpoe
JIOJDKHBI ITPEOI0JIETh MATOTCHBI, YTOOBI 3aCENIUTh TKaHU
pacTeHus. MHOTO4HCIEHHbIE U3MEHEHUS MOTYT BO3HHUKATh B
KJICTOYHBIX CTEHKaX B OTBET Ha aTaky MUKpoOoB (Malinovsky
et al., 2014). Yenemnas 3amnura Ha yposae KC moxer ocra-
HOBUTb BTOp)KEHHE IATOreHOB HA paHHEH cTa i, 10 popmu-
poBaHus 3200IE€BAHMSI, U MOJKET HCKJIIOUUTH HEOOXOANMOCTh
B 00J1ee «JIOPOTHX» 3aIUTHBIX MEXaHU3MaXx, TAKNX Kak r'H0elh
KJIETKH TIPU TUIIEPUYBCTBUTEIHHOM OoTBeTe. Clle10BaTeNNbHO,
n3ydeHHEe MEXaHHU3MOB YCTOWYHMBOCTH, cBsi3aHHBIX ¢ KC, n
MOHUMaHHE TOTO, TIOYeMY 3TH MEXaHNU3MbI He CpabaThIBAIOT
IIPU BCTPEYE C HEKOTOPHIMU OO0JIE3HETBOPHBIMH MHUKPOOpPIa-
HHU3MaMH U BUpyCcaMH, UMeeT (DyHIaMEHTaIbHOE 3HAUCHNUE.

Cnoco6 B3anmoneiictBust matorena ¢ KC 3aBucuT ot xu3-
HEHHOTO IIMKJIa naroreHa. HekpoTpodsl, KOTOpbIC YOUBaIOT
KJIETKH ¥ TUTAIOTCS MEPTBBIMH TKaHSIMH, OOBIYHO Pa3MATYAIOT
TKaHH PACTEHHUS C TOMOMIBIO THIPOIIMTHIECKUX (pepMEHTOB,
paspymatorux nojumepsl KC. buorpodsr u remubuorpo-
(eI, B3aNMOJEHCTBYIOIINE C KUBBIMU KJIETKAMH PACTCHUI
Ha TPOTSHKEHUH BCETO YXM3HEHHOTO IUKJIA MM €T0 YacTH,
OOBIYHO NMPHUMEHSIOT 00JIee TOHKUE CTPATETrHH JUIsi B3aUMO-
neiictBus ¢ KC. O6pasyromue rayCTOpuu (OpraHbl MHTaHHS
rpuda) MaToreHsl, TAKNE KaK IJICCHEBbIC TPUOBI 1 OOMUIIETHI,
MoryT npoHukarts gepe3 KC, co3naBas nuraronye CTpyKTyphbl,
TECHO KOHTAKTHPYIOIIHE C HUKEPACIOJIOKEHHBIMH KJIETKAMHU
xo3smHa (Szabo, Bushnell, 2001).

T'eteporennocts B ctpoenun KC y pa3HbIx BUIIOB pac-
TeHHH OTpa’kaeTcs B Pa3HOOOpa3WM CTPATETHH, KOTOPHIC
UCTIONB3YIOT MATOTEHBI IS ee paspylieHus. B dactHocTH,
JUISL OTOW LENU CIY>KUT CEKpeLusl MaToreHaMU Pa3IndHbIX
THAPOIUTHYECKUX (pepMEHTOB. Hu3KOMONEKyIIpHBIE IPOIYK-
1o pazpymenus KC (DAMPs, Damage-Associated Molecular
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Patterns), Takue Kak onurocaxapa, sIBISIOTCSI CHTHAIbHBIMU
MOJICKYJIaMH, 3aITy CKafOIIIMMH 3aIUTHBIE MexaH3MbI (Boller,
Felix, 2009). Takum o6pazom, KC — nuHamuyeckas CTpyKTy-
pa, KOTopast peryIipyeT KOHCTUTY THBHbIE U HHAYIINOEIbHBIC
MEXaHU3MBbI 3aIIUTHIL, SBISISICH HCTOYHUKOM CHTHAJIBHBIX MO-
JIEKYJ1, 3aITyCKaIOIINX pa3Hble BApUaHThl MIMMYHHOT'O OTBETa
(Miedes et al., 2014).

BpoxXeHHBIII HMMYHHUTET 00€CIeunBaeT yCTOHYNBOCTh
pacTteHuit K OOJBLUIMHCTBY ATOTEHOB, B TOM YUCIIE U 38 CUET
pacIio3HaBaHMUs XapaKTEPHBIX JUIS MATOTEHOB CHTHAIBHBIX
mosnekyn PAMPs (Pathogen-Associated Molecular Patterns),
TaKuX Kak OakTepuaibHbIH (rarejuivH, JIMIOCaXapuibl,
OeTa-TIIIOKaH, XUTHH U THAPOIUTHIecKre pepMeHTHI (Zipfel
etal., 2014).

Curnanbnblie Mosiekyinbl DAMPs u PAMPs, nmeromue, co-
OTBETCTBEHHO, PACTUTEIBHOE U MUKPOOHOE TPOUCXOKACHHE,
zamryckaroT PTI ummynwurer (Pattern-Triggered Immunity), xo-
TOPBIi, KaK IPaBUIIO, TPEAOTBPALIAET KOJIOHU3ALNIO MUKPO-
60B. PacTeHns pacto3HalOT CHTHANBHBIE MOIEKyasl DAMPS
u PAMPs npu nomomu pacrnoloKeHHBIX Ha MOBEPXHOCTU
kietok peuentopoB PRRs (Pattern-Recognition Receptors).
PRRs sBisitoTCS TpaHCMEMOpaHHBIMH OeITKaMF ¢ BHEKIICTOU-
HeiMu oMeHamu (Trda et al., 2015). Onun u3 PRR pernen-
TOpoB apadbunorncuca, EFR, ono3naet nuTorniazmMarnyeckui
6enok Oakrepuit EF-Tu mo MHUHMMansHOMY MENTHIHOMY
snuromty elf18 (Furukawa et al., 2013). Tpancrennas skc-
npeccusi AtEFR B Tabake, ToMaTax | IIIEHUIE 00ECIIeunBACT
y3HaBaH#e UMH elf18, 9To compoBokaaeTCs MHIYKIHEH TEHOB
UMMYHHOTO OTBETA, OTJIOKCHHEM KaJUI03bl, YMEHBIICHUEM
MOBPEXKICHNH, BHI3bIBAEMBIX [TATOI'€HOM, U CBHJIETEILCTBYET
O CYIIECTBOBAHUH y PA3HBIX BHJIOB PACTEHHH BBICOKO KOH-
CEpBaTUBHBIX MEXaHM3MOB 3aI[UTHOTO OTBETA, PACIIOIOKEH-
HbIX TIocie unaeHrudukamu PAMPs (Lacombe et al., 2010;
Schoonbeek et al., 2015). B cenpckoxo3siiCTBEHHON IPAKTHKE
npeiBapuTeIbHas 00paboTKa PAaCTeHNH N30IMPOBAHHBIMH 3a-
IIMTHBIMH 3JTUCUTOPAMH MOKET CIOCOOCTBOBATh MOBBIILICHUIO
ycroitunBoctu pactenuit (Wiesel et al., 2014).

UToOBl YCIOXKHHUTH CBOIO MJCHTH(HKAIMIO, TATOTCHHbIE
MHUKPOOPIraHU3Mbl ceKpeTHpytoT dddexropHbie 6enku. OO6-
HapyXXeHHe pacTeHHeM >(P(PEeKTOPHBIX OCIKOB MPHBOIUT
k nagyknun ETI nmmynurera (Effector-Triggered Immunity).
ETI yacto cBsi3aH C JIOKaJIbHOU MIPOrPaMMHPYEMOI THOCITBIO
KJIETOK (TMIIEpPUYyBCTBUTEILHBIM OTBETOM), YTO OTPAaHUYUBACT
pacrmpocTpanenne MukpooHoi araku (Jones, Dangl, 2000).

YCTOHYUBOCTD K ONPEICICHHBIM pacaM MUKPOOOB, 00yc-
nosnenHas R (Resistance)-renamu, IMpoKo UCIOTB3YETCS B
CENIeKIIMOHHBIX TIPOrpaMMax 3epHOBBIX KyabTyp (Dangl et al.,
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2013). OtHaKo C MOsIBIIEHHEM HOBBIX pac aTOreHoB OOJIbIast
4acTh UMEIOINXcsl R-reHOB He MOXKeT 00eCTIeunTh HIMMYHH-
TET, MOCKOJIBKY IPH MYTAallM{ MaTOreHbl MOTYT TEPATH (-
(heKTOpBI, KOTOPBIE OMO3HAIOTCS MPOJAYKTaMH dTHX R-reHOB.
3710 ABISIETCSA OAHON N3 PUYHH OCTOSHHONW «TOHKH BOOPY-
JKEHHID» — OMCKA HOBBIX TCHOB YCTOWYMBOCTH B IIPUPOHBIX
NOMYNAMAX ONMU3KAX BUIAOB M MX HHTPOIYKIHMH B COpPTa
CEIIbCKOXO3SIMCTBEHHBIX PACTEHNUI, a TakKe BBIHYXKIAeT HC-
clieJoBaTeNei HCMOTB30BaTh OMOTEXHOJIOTHYECKUE MOIXO/IbI
JUIs pa3paboTKy OoJiee CTaOMIIbHBIX BAPUAHTOB YCTOWYMBOCTH
(Smirnova et al., 2012; ®unmmnenko u ap., 2013; CmupHOBa,
Koueros, 2014; Smirnova, Kochetov, 2015).

PacnosHaBaHue XUTHHa

XUTHH, TOMOIIOJIMMED alleTHIITIIIOKO3aMHHA, SIBIISICTCSI OCHOB-
HBIM CTPYKTYPHBIM KOMITOHEHTOM KJIETOYHOW CTEHKH I'PHOOB,
a TaKkKe BXOJHT B COCTAB IK30CKEIIETa HACEKOMBIX, TTAHIUPSI
PaxKooOpasHBbIX, SIUI] M KMIIEYHOTO KiarnaHa Hemarosn (Bueter
etal., 2013). Xutun otHocutcst Kk PAMP u siBisieTcst xoporiueit
MHUIIEHBIO TS 3aIIUTHON PEaKIIuK PACTEHHUH, TOCKOJIBKY HO-
JMMEPHI TIIIOKO3aMHHA B PACTCHUSAX OTCYTCTBYIOT. [ToaTomy
HE YIMBHTEIBHO, YTO HBOJIIOIOHHO KOHCEPBAaTUBHAs CTpa-
TETHs! pACTEHNH IIPOTHB IPHOOB N HACEKOMBIX Oa3UpyeTcs Ha
CCEKpEIMN XUTHHA3, THAPOIUTHYECKUX (PepPMEHTOB, KOTOPHIE
pacuieruisitor noiumepsl xutuna (Hadwiger, 2013). Cywect-
BYIOT NIPUMEPBHI HBOIIOIIMOHHON KOaJaNnTalui MEXaHU3MOB
raTorene3a rpudoB M 3alUTHBIX CUCTEM pacTeHni. buorpod-
HbI maToreHHsll rpud Cladosporium fulvum HuBETHpyeT
JeiCTBHE XUTHHA3 OIarosapsi CeKperny aroniacTHIeCKOro
apdexropa Avr4 — XUTHH-CBSI3BIBAIONIETO OENKA, KOTOPBIH
3alIMIIAET LEJIOCTHOCTh KIIETOYHOM CTEHKH Ipuda OT XUTH-
Ha3 (van den Burg et al., 2006). I'ereponormaHas sKcripeccus
Avr4 B apabuorcuce WiIi ToMarax CHIKAET PacliO3HaBaHNE
XUTHHA U TEM CaMbIM ITOBBIIIAET BUPYJICHTHOCTh HEKOTOPBIX
nmaTtoreHHbIX rpr6oB (van Esse et al., 2007). B cBoro ouepens
pacTeHNE-X035IMH CUHTE3UPYET BHEKJICTOUHBIH, 3aKpeIUICH-
HBII Ha MeMOpaHe Oorareii JerdHoM Oeok Cf-4, koTopblit
obecrieunBaeT y3HaBaHUE Avr4 U aKTHBHPYET THIIEPIYBCTBH-
tenbHBIA 0TBeT (Takken et al., 1999). V puca u mimeHUIB!
XUTHUH pacno3HaeTcs kak PAMP npu nomoru 1BoiHOi# cuc-
Tembl, cocrosiei 3 6enkoB CERK1 (Chitin Elicitor Receptor
Kinase-1) n CEBiP (Chitin Oligosaccharide Elicitor-Binding
Protein) (Shimizu et al., 2010; Lee et al., 2014). V apabu-
noricuca Tonsko oauH 6enok, CERK1, ¢pyHKIIMOHUpYeT Kak
penenrTop Juisl pacrio3HaBaHus XxuTHHA (Shinya et al., 2012).
buonornueckast akTHBHOCTB OJIMTOMEPOB XUTHHA 3aBUCUT OT
UX pasMepoB. [enTameps! U OKTaMepsl 00Ia1al0T HAanOOh-
nieil akTuBHOCTBbI0 kak PAMP. Oxramepsl XUTHHA MOTYT
CBsI3bIBATH J1Be Witk Oosbiie monekyst AtCERK 1, BbI3bIBast nx
JMMEpPU3aIMIo, YTO MPUBOIUT K akTUBauK perenrtopa (Liu
et al., 2012). YUtoObI nmpeaoTBpaTUTh ONO3HABAHHE XUTHHA,
C. fulvum B0 Bpemsi MHQUIMPOBAHUS TAK)KE CEKPETHPYET
9BOJIIOIIOHHO KOHCEPBAaTUBHBIN BHEKIETOUHBIN Oesok Ecp6.
OH ytunusupyer (GparMeHTBl XHTHHA, BRICBOOOXKJaeMbIe
XUTHHA3aMH PacTEeHHi, OrpPaHUYMBAET CBS3bIBAHHE XUTHHA
¢ PRR u mpensrctByer uaentudukannu rpuda (Bolton et
al., 2008; de Jonge et al., 2010; Sanchez-Vallet et al., 2013).
IToxa He u3BecTHO, pacno3HaeTcss au Ecpb pacteHusMU.
MHoTrocTyneHYaThle MEXaHU3MbI B3aNMOOTHOIIECHUI MEKTY
rpubOM M pacTeHHueM BO BpeMs MH(UIIMPOBAHUSI B OOJb-
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IIMHCTBE ClIy4aeB 00ECIEUUBAIOT YCTOHYMBOCTh PACTEHUI
K 3apaKeHHIO.

CTpyKTypa KNeToYHOW CTEeHKN

BomsmmacTBO KC B cBOCH OCHOBE MMEIOT OOIIMPHYIO HECY-
IIyI0 CE€Th M3 MUKPOQHOPHILT LEIUTION03bI, IEPEeCcEKaeMyto
MoJsekynamu remuriesunroiossl (Scheller, Ulvskov, 2010). B
MEPBUYHBIX CTEHKaX PACTYIIUX YacTel PacTEHUs 3Ta CETh
BCTPOCHA B MAaTPHUKC W3 MEKTHHOBBIX IOJHMCAaXapHuaoB. Bo
BTOPHYHBIX KJIIETOYHBIX CTEHKaX CPOPMHUPOBABLINXCSI TKAHEH
MEKTUH MPEACTaBICH B MEHBIIIEH CTETIEHH, & CTEHKH yCuile-
uel suranHOM (Endler, Persson, 2011). KC pa3subix BumoB
PACTEHMM OTIMYAIOTCA 110 TOHKOM CTPYKTYPE U TPEXMEPHOU
apxurektype. Kpome nmonucaxapuaos, pactutensHast KC co-
JICP>KUT 3HAYUTEITHHOE KOJMYECTBO OCIIKOB, BBITTOIHSIOIINX
CTPYKTYPHY!IO (3KCTEHCHH, INIMKOIIPOTEHHBI) U (hepMEHTATHB-
Hyto ¢pyskmmnn (Muxaiinosa, 2007). Co3gana 6a3a JaHHBIX
WallProtDB, xotopas conepxut nHpopmanuio o 2 170 demkax
n ESTs, skcriepuMeHTanbHO MIeHTH(OUIUPOBAHHBIX B 13
BU/IaX PACTEHHUH B pe3ylbTaTe MPOTEOMHBIX MCCIECIOBAHUI
KIICTOYHBIX cTeHOK (San Clemente, Jamet, 2015).

Llennionosa

MukpouOpHILTBI EIUTION03bl CHHTE3UPYIOTCST OOJIBIIMMHU
MYJIFTUMEPHBIMU KOMIUIEKCAMH, COCTOSIIIMMH U3 CyObeau-
Hu1 nemtrono3o-cuaTassl (CESAs; Kumar, Turner, 2015).
MyTaHTBI € 1e(UINTOM LEJUTION03bI OOBIYHO UMEIOT MOBBI-
IICHHBII ypOBEeHb IMTHU(UKAIMHY 1 3a1uTHOro orBera (Cano-
Delgado et al., 2003; Hamann, 2012). Tak, mytaat CESA3 ¢
n3MeHneHneM nepsranoil KC Oosiee ycTOWYIHMB K MyYHHCTOH
poce (Ellis, Turner, 2001). [ledexts Bo Bropuunoit KC,
BbI3BaHHBIE MoBpexaeHneM cyorenuann CESA4, CESA7 u
CESAS, Tax:ke NpUBOAAT K MOBBIIIEHHOH yCTOMYUBOCTH K
rpudy Plectosphaerella cucumerina v noYBeHHOU OaKTEpHUU
Ralstonia solanacearum (Hernandez-Blanco et al., 2007). ¥V
apabuoncuca Hapymenue KC, BbI3BaHHOE HHTHOUTOPOM
CHHTE3a LIEJIJI0JI03bl N30KCAOCHOM, MPUBOIUT K WHIYKLIUH
cuHTe3a urauHa yepe3 RbohD (Respiratory Burst Oxidase
Homolog D)-3aBucHMEIf MEXaHW3M, a TOHKas HACTPOUKaA
MPOTEKAET MyTeM HETaTHBHOM 0O0paTHOW PEryisiiuy MpH
ydacTuH jkacMoHOBO# kncioThl (Denness et al., 2011). Ha-
pymenne KC, cBs3aHHOE C IMOTEpeil LEIUTI0I03bl, BKIIOYACT
3alIMTHBIE OTBETHI M MPEAIONAaraeT MPUCyTCTBUE CUCTEMbI
MoHHUTOpHHTA 1enocTHOCTH KC.

femnuennionosa
T'emumieuTion0361 — 3TO pazHOOOpa3Has TPyINa MoIHcaxa-
PHIIOB, COCTOSIIUX U3 OCTAaTKOB IEHTO3 U Tekco3. [emmie-
mono3bl yrkpersitoT KC, B3auMoaeiicTBys C 1EUTI0JI0301
n nHorna ¢ yurHuHOM (Endler, Persson, 2011; Pauly et al.,
2013). Kcwntan siBisieTcst mpeoOIiaqaronieii reMHIICIUTION0301
Bo BropuuHoii KC. HekoTopbie (hutonaroreHbl CEKpeTUpyOT
KCHJIaHA3bl, KOTOPBIE pacHIeIUIAIoT comepkammiics B KC
KCHJIaH JI0 KCUJIO3, UTO HapymaeT u ociadmser ee (Belien et
al., 2006). I'pu6 Trichoderma spp. IPOAYLHPYET KCHIIAHA3Y
EIX (Ethylene-Inducing Xylanase), koTopast y3HaeTcs pacTe-
uueM kak PAMP (Furman-Matarasso et al., 1999). Y Tomatos
(Lycopersicum esculentum) unenrudukaryst EIX ocymiects-
JIETCA PACIOJIOKCHHBIMU Ha KJIETOYHOW MOBEPXHOCTHU
peuentopornonobusiMu Oerkamu LeEix1 u LeEix2 (Ron,
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Avni, 2004). UToObl MPOTHBOCTOSTH JETpagaluil KCUIaHa
MHKPOOHBIMH 3H/I0KCHIIaHA3aMH, TPABSIHUCTBIE OJTHOAOIBHBIC
pacTeHus MPOAYLHUPYIOT HHIMOUTOPHI KCHJIaHa3, TaKHe Kak
TAXI (Triticum aestivum Xylanase Ihibitor), XIP (Xylanase
Inhibitor Protein) m TL-XI (Thaumatin-Like Xylanase Inhibi-
tor) (Bellincampi et al., 2004; Juge, 2006). KorctutyTHBHas
skcnpeccust TAXI-III B mieHune moHWXKaeT TyBCTBUTEIb-
HOCTB K Fusarium graminearum (Moscetti et al., 2013).
Beicrynas B ponu PAMPs, kcnnanassl rpu0oB yCHIMBAIOT
samutHbI 0TBeT (Noda et al., 2010; Sella et al., 2013).

MNekTnH

[TekTHHBI SIBIISFOTCS IIABHBIMU KoMIIOHeHTamu Marpukca KC.
OHH MIPECTaBIAIOT cO0O0M MoIcaxapuabl, 00pa3oBaHHEIE,
IJIaBHBIM 00pa3oM, OCTaTKaMH TaJIaKTypOHOBOM KHCIIOTHI.
OIHUMU U3 NEPBBIX (EPMEHTOB, KOTOPBIE TATOT€HHbIE TPHOBI
CEKPETHPYIOT BO BpeMsl MH(MEKINH, SBISIOTCS IH/I0-TIONIHU-
raJIaKTypOHas3bl, KOTOPbIE Pa3pyLIalOT NEKTHH, HAPYIIAIOT
nenoctHocTh KC 1 obecneunBator noctyn naroreHos. [1pu
JeTpajaliy MeKTHHa 00pa3yroTcss pparMeHTHl OJHUTOTa-
JIaKTYypOHMIBI, KOTOpBIE B HOpME He TpucyTcTByioT B KC 1
nosTomy BeicTynatoT B ponr DAMP (Galletti et al., 2009).
CeHcopamH [IETTOCTHOCTH NTEKTHHA SIBJIAI0TCS cBsizaHHbIe ¢ KC
KMHAa3bl, KOTOPBIE OIPE/ICIISIOT TPUCYTCTBUE OJIMTOTaIaKTy-
POHHJIOB C ypoBHEM nosimMepu3zarmu mexay 10 u 15 (Ferrari
etal., 2013).

[Nokazano, uro 6e1oxk RWA?2 (Reduced Wall Acetylation 2)
OTBEYAeT 3a alleTUIMPOBAaHHE IEKTHHOBBIX U HETIEKTHHOBBIX
MTOJIMMEPOB Y apaOuIorcuca W HOKAyTHBIE MYTaHTHI rwa2
UMEIOT TOBBIIMICHHYIO YCTOMUMBOCTD K Botrytis cinerea
(Manabe et al., 2011). [eanermwinpoBaHue MEKTUHA U KCH-
JIONIIIOKAHA B TPAHCTEHHBIX PACTEHHAX MOXET OBITh YaCThIO
3aIIMTHON CTPATETHH, IIOCKOJIBbKY YBEIMUMBACT JOCTYITHOCTD
Jutst PepPMEHTOB JIerpaaliiu, POy LIUPYIONIUX OJIMTOCcaXapH-
JIbI, KOTOPBIE BBICTYTIAIOT B KAUECTBE MUCUTOPOB 3aALIUTHON
peaxuuu (Pogorelko et al., 2013).

MHruOuTOps! OJIUraakTypOHa3 UIPAOT BAJKHYIO POJIb B
3aLIUTHOM OTBETE, SIBIISISICH MOYJISITOPAMH aKTHBHOCTH 3THX
(epmenTtoB. Haxorurenne narnouropa PGIP1 npu HecoBmec-
THMOM B3aMMOJICHCTBUU Tipoca ¢ Sclerospora graminicola
MOKET OBITH UCTIONB30BAHO IS CO3/IaHNs YCTOMIMBBIX (hopM
npoca (Prabhu et al., 2015).

Pazpaboran MeTOJl MOHUTOPHHIA YPOBHS WH(EKIHHU 110
YPOBHIO THJIPOJIM30BAHHOTO MEKTHHA ITyTeM (DEHOTHITHPO-
BaHMS TEKTHH-METHITpaHcdepas, MeKTHHA3 W OJIUTroraak-
typonuoB (Lionetti, 2015).

JINTHWH n d)EHOﬂbele KOMMNOHEHTDI

JIUrHuH — 3TO apOMaTUYECKU IOJIUMED, KOTOPBII BIUSET HA
MIPOYHOCTh U HEMPOHUI[AEMOCTbD, PACIIONIATrasCh MPEUMYIIE-
CTBEHHO BO BTOpHYHO yTomeHHbIX KC. ¥V pacTenuii turaux
COCTOUT MPEUMYIIECTBEHHO M3 MOHOJIMTHOJIOB: KOHH(DepH-
JIOBOTO M CHHAIHMHOBOTO CIMPTOB, Aaromux Hadano G m S
€MHUILIAM TIOIMMEpa IMTHUHA COOTBETCTBEHHO. Peske mpea-
CTaBJICH KyMapwIOBbIi criupt, popmupyrouwmii H equnuiy
murauHa. H enmHuna damie BCTpedaeTcs y OJHOAOJbHBIX,
4EeM Y ABYAOJIBHBIX PACTEHUN. Y HEKOTOPBIX BUAOB PACTCHUI
MOHOMEpHI JIUTHHHA MPEJCTABICHBl B alleTUINPOBAHHON
(hopme. B kauecTBE MOHOMEPOB JIMTHUHA PACTEHUSI TAKKE HC-
MOJIB3YIOT PSiL APYTUX (peHosoB. Harpumep, TMrHUH B conmoMe
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IMIIEHUIBI UMEET JOBOJILHO BBICOKHH YpOBEHb (pJIaBOHOMIA
tpunuHa (Del Rio et al., 2012).

JIMHTHH W JIMTHUHONONOOHBIC (DEHONBHBIC MOJIUMEPHI
opicTpo HakamuBaroTces B KC B OTBeT Ha OMOTHYECKHE U
abMOTHYECKHUE CTPECCHI M Ha HapyIICHHUS ee CTPYKTYpHI (Sat-
tler, Funnell-Harris, 2013). Ctpeccsl BBI3BIBAIOT WHIYKIUIO
IKCIIPECCUH T'€HOB (hEHMIIITPOIIAHOUIHOTO MYyTH Y Pa3iiny-
HBIX BHJIOB PAaCTEHHH, YTO MpUBOANT K smrHudukammn KC
(Bhuiyan et al., 2007; Zhao et al., 2009). 3anacanue TUTHHHA
B MH(UIIMPOBAHHBIX KJIETKaX MOXKET ITPEI0TBpaIaTh Pacipo-
CTpaHEHHE TOKCHHOB 1 (DEPMEHTOB ITATOTEHOB B OpraHU3Me-
XO3SIMHE M IIEPEHOC BOJIBI M IINTATEIIHHBIX BEIIECTB OT KJIETOK
x03suHa K naroreny (Smith et al., 2007).

VY mmeHuI TUTHUGUKAIUSA TeHCTBYET KaK 3alIuTHBINA
otset npu uHpekun. Hanpumep, S-o06oramieHHbIi TUTHUH
HaKarIMBaeTCss BO BPEMsl TMIIEPUyBCTBUTEILHON PEaKLUK
MIIeHUIB! Tocsie nHbekunu Puccinia graminis (Menden et
al., 2007) u cunTe3upyercs B 000I09Kax KJICTOK SITHICpMUCa
MIICHHUIBL, THQUIMPOBAHHBIX Fusarium proliferatum (Bishop
et al., 2002). Hanpotus, HE HAOIIOMAIOCH U3MEHEHUH B CO-
JIep>KaHUM JIMTHUHA B JINCTBSIX MIICHULBI, THPUIIMPOBAHHBIX
BUpycoM nosocaroi Mozauku muienunsl (Kofalvi, Nassuth,
1995). V mmenuts! copta Toropi yCTOIHYHUBOCTE K IUCTOBOM
pKkaBuMHE, BBI3BIBAEMOU Puccinia triticina, Gpopmupyercs
J10 00pa3oBaHUs rayCTOPHil 3a CUeT MHAYKIIMHM T€HOB YCTOM-
YUBOCTH, B TOM UYHCIIE€ HANPAMYIO WJIM OMOCPETOBAHHO
ydacTBylomux B surangukanun (Casassola et al., 2015).
VY nunuii TeIKBBI (Cucumis melo), yCTOWYMBBIX K My4HH-
CTOH poce, BeI3BIBaeMOU rpubom Podosphaera fusca, Bo
BpeMs1 HHEKIUN TPOUCXOIUT Oojee OBICTpOE HAKOIICHUE
JUTHUHA 110 CPABHEHMIO C YyBCTBUTEIbHBIMU JIMHUSIMHU.
DTO KOpPETUPYET C MOBBIIIICHNEM YPOBHS (hepMeHTa PeHMII-
npornanoniHoro mytd PAL (phenylalanine ammonia-lyase)
(Romero et al., 2008).

DEeHWITPOIIAHON IHBIH Ty Th, 3aJ€ICTBOBAHHBIN B CUHTE3€
JUTHHUHA, TAKXKE YIaCTBYET B CHHTE3€¢ MHOTOUUCIICHHBIX (e-
HOJIBHBIX KOMIIOHEHTOB, TaKMX KaK CTHJILOCHbI, KyMapuHbl,
HEOJIMTHAHBI, KOHBIOTAaTh! (DEHMIITPONIAHONUIOB 1 (DI1aBOHOU-
Jibl. MHOTHE 13 9THX KOMIIOHEHTOB SIBJISIIOTCSI (PUTOAIICKCH-
HaM{ — QHTUMHKPOOHBIMU KOMIIOHEHTaMH, Y4aCTBYOLIUMH
B 3ammte pactenuii (Konig et al., 2014).

JlokazaTenbCTBa POJIM JIMTHUHA M PAaCTBOPUMBIX (heHO-
JIOB B 3aIMTE PACTEHUI OBLIM TOJIyYeHBI MOCIE aHaIu3a
YCTOWYMBOCTH TPAHCTEHHBIX PACTEHH M MyTAaHTOB C U3Me-
HEHHBIM COCTaBOM HJIM YPOBHEM JIMTHHHA. Y XJIOITYaTHUKA
(Gossypium hirsutum) oOHapy>KeHa KOJHUYCCTBCHHAsI CBS3b
MEKy HOBBIIIEHHEM YPOBHS JINTHUHA B CTEONISIX BO BpeMs
nHdpexkunu rpudom Verticillium dahliae n ycTOHIMBOCTBIO
(Xu et al., 2011). Cepxakcrmpeccusi reHa XJIOMYaTHUKA
DIRIGENT, ycunuBaiomasi TUTHA(GHUKAINIO, OIIOKHpOBaja
pacnipoctpanenue V. dahliae (Shi et al., 2012). Tpancrenusie
pacrtenust Tabaka, KOHCTUTYTHBHO CBEPXIKCIIPECCUPYIOLINE
reH PAL, Toka3bpIBaIy OOBIIYI0 yCTOWIHBOCTH K Cercospora
nicotianae n Phytophthora parasitica pv. nicotianae (Way et
al., 2002; Shadle et al., 2003). Pacrenust Tabaka ¢ cynpeccueit
PAL vMeny NOHWKEHHBI YPOBEHb XJIOPOIr€HOBON KHCIOTHI
n 6osee OBICTPOE BO3HMKHOBEHHE TOBPEXKACHHUI IMOCIe
HHQPEKIUK AaTOreHHbIM rpudbom Cercospora nicotianae 1o
CPaBHEHUIO C PACTCHUSIMH JIUKOTO TUIA. YPOBEHb JIUTHUHA
y IMHUH ¢ cyniepeccuen PAL He n3ydancs, HO MOKHO IIPEATO-
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JIOKHUTD, YTO MOBBIMICHHAA YYBCTBUTCIbHOCTD OTHUX paCTeHl/Iﬁ
MoIJIa OBITh BBI3BaHA CHI)KCHUEM KOJIMYECTBA JIMTHUHA VI
6onee Tonkoit KC (Maher et al., 1994).

WzyueHo BiusiHue MoaudUKaIUil B OMOCHHTE3e JTUTHHUHA
Ha YyBCTBUTEJIBHOCTh pacTeHMil K maroreHam. Hampumep,
y nuenut (7Triticum monococcum) BBIKIIOYEHHE T'CHOB
cunteza MoHonurHona (TmPAL, TmCOMT, TmCCoAOMT
u TmCAD), 0CHOBHOH CTPYKTYpHO! €IMHHIIBI TUTHIHA, TIPH-
BOJIMJIO K CBEPXUYBCTBUTEIBHOCTH K TpUOy Blumeria graminis
f. sp. tritici, BeI3bIBatOIIIeMy 3200JICBaHUE MyYHUCTOM POCO
(Bhuiyan et al., 2009). [ToBsIieHHOE HAKOIUIEHHE MOHO-
u qudepynatos B KC nureHHIbI 1 0Bca BO BpeMsi HHOEKIINH,
COOTBETCTBEHHO, Puccinia coronate sp. avenae n Agrobacte-
rium sp. OBUIO CBS3aHO C YCTOHYUBOCTBIO K 9THM [IaTOTCHAM
(Ikegawa et al., 1996; Parrott et al., 2002). Y npHa cynpeccust
cunreza pepmenta CAD (Cinnamyl Alcohol Dehydroge-
nase) BBI3BbIBAJIA ITOBBIIICHUE TyBCTBUTEIBHOCTH K COCYIH-
cromy Tpudy Fusarium oxysporum (Wrobel-Kwiatkowska
et al., 2007).

OnHako He Bcerna HapylmieHHe OMOCHMHTE3a JUTHUHA
NPUBOIUT K CHIXKCHHIO COMPOTHBISIEMOCTH K HEKOTOPBIM
naroreHaMm. JluHun Tabaka ¢ cynpeccueil cunTesa GpepMeH-
ToB COMT (caffeic acid O-methyltransferase) 1 CCoAOMT
(caffeoyl-CoA O-methyltransferase) 6b11r Ooee yCTOHYIHUBEI
K nHbUIMpoBaHuio Agrobacterium tumefaciens u UMenu
MEHBIIHME pa3Mep M MaccCy OIyXOJIM [0 CPaBHEHHUIO C pac-
TeHUsIMH ukoro tuna (Maury et al., 2010). denonbHbIC
COEIMHEHUS, CEKPETUPYEMbIE TAKUMU PACTEHUAMHU I1OCIE
HAHECCHMS UM ITOBPEXICHUH, HE BBI3BIBAIN IKCIPECCHIO
OakTepHaNbHBIX Vir TEHOB Ha CTOIb JKE BBHICOKOM YPOBHE,
Kak ()eHOJIbHBIE COEIMHEHHS1, CEKPETHPYEMbIE HOPMAIIbHBIMHU
pacrenusiMu. {pyrumu cioBamu, Agrobacterium He y3HaBana
CBOETO XO3MHA M3-3a PA3INYUi B PACTBOPUMBIX (EHOAX.

Myrautbl copro (Sorghum bicolor L.) bmr6 u bmrl2,
MMEIOIIHE TOHIKEHHOE COAEPIKaHNE JINTHHHA, XapaKTepu3y-
I0TCSl HapyLICHHEM MIEPBUYHON TTOCIICI0BATEIFHOCTH TCHOB
CAD v COMT v cunTe30M HepyHKIMOHAIBHBIX (hepMEHTOB
(Bout, Vermerris, 2003; Sattler et al., 2009). Hecmotps Ha
MOHM)KCHHBIN YPOBEHB JINTHUHA, B 36PHOBKAX 3THX MYTaHTOB
HaOJII01aJICsI TIOHWKEHHBIH YPOBEHb KOJIOHU3AMU Fusarium
ssp. u Alternaria alternata (Funnell-Harris et al., 2010). He-
M3BECTHO, M3MECHEHHE B COCTABE JIMTHUHA MIIM HAKOIUICHHUE
(l)eHOJ'l])HI)IX COCI[I/IHGHI/II‘/II BbI3bIBAJIO ITOBBLIIICHHEC yCTOfl‘iId-
BOCTH Y 3THX JIMHUI COpPIO.

B GonbLIMHCTBE HCCIEI0BAHUI HE H3y4alach POJIb JIUTHH-
Ha B peTyJsAHUU APYTUX 3aIUTHBIX OTBETOB, U ITIOKAa HE AACHO,
SBJIACTCS I POJIb JIMTHHHA B PETYISALMU CHeHU(UISCKOro
OTBETa AKTUBHOW MJIM OTHOCHTEIILHO MTACCUBHOM.

Manunnbl KNETOYHOWN CTEHKU

KC akTuBHO 1epecTpanBaeTcst U yKPEIUIseTCsl B MECTaX KOH-
TaKTa C IIOTCHIHAJIbHBIMU IIaTOICHAMMU. AKTHBHOE JIOKAJIbHOE
ykperuieane KC depes ¢popmMupoBaHHe MammiuT SBISETCS
paHHUM WHAYLUPOBAHHBIM OTBETOM Ha OOJBIIOE YHCIIO
MaTOreHHBIX IpuOoB U OakTepuii. [lanumia — 310 cloXxHas
CTPYKTYpa, KoTopasi (JOpMUpYyeTCs MEXITy IIa3MaTHdecKoi
MeMOpaHoil 1 BHyTpeHHel cTtopoHoit KC B MecTe mpoHUK-
HOBEHUSI TIaTOI€HA U CIY)KUT (PU3MYECKUM Oapbepom st
OTpaHWYEHUS] MPOHUKHOBEHHS MATOTEHOB B MPOTOIJIACT.
JlOnOTHUTENBEHO MaNWILIEL SIBISIOTCS IEHTPAMH HAKOTUICHUS
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AQHTUMHKPOOHBIX BTOpUUHBIX MeTaboauToB (Bednarek et al.,
2009; Clay et al., 2009). Mano u3BeCTHO 0 MOJEKYISPHBIX
MEXaHU3MaxX M KIETOYHBIX MPOIeccax, yIacTBYIONIMX B OII-
penenieHrn MecTononokeHus u coopke narmusut (Underwood,
2012). HecMoTps Ha TO 4TO y pa3HBIX BUIOB PaCTeHUI OHO-
XMUMHUYECKHH COCTAB MAIMIUT MOJKET Pa3IndaThCsi, HEKOTOPBIE
KJIACChl KOMIIOHEHTOB, Takue Kak mojuMepsl U 0enku KC,
(heHOTBHBIC TIPOU3BOJHBIE, AKTUBHBIE (DOPMBI KHCIOPOIA
M KaJjgo3a, BCTpeyaroTcsi mosceMecTHo. COrlacoBaHHOCTD
Pas3IMUHBIX TPAHCIIOPTHBIX MPOLECCOB IPH POPMUPOBAHUI
AW ABJIAETCS KIFOYEBbIM (DAKTOPOM YCTICIIHON 3aIUThI
pacrennii (Voigt, 2014). beictpoe ¢popmupoBaHHue Mmanmia
KOpPPEJIHUPYET C MOBBIILIEHHON YCTOMUHNBOCTBIO K TPOHUKHOBE-
HUIO TPUOOB, B TO BpEeMS KaK 3aJepXkKKa B X (OPMUPOBAHUN
KOPpEJIHpYeT ¢ yCHeIHbIM IPOHUKHOBEHHEM rpudos (Bayles
et al., 1990; Collins et al., 2003).

Vkpemnerne otaenbHbIX ygacTkoB KC mocpencTBom ma-
IIHJUT SIBJISIETCSI YaCThI0 MMMYHHOTO OTBETA U, T0-BUINMOMY,
OOIIIMM MEXaHU3MOM ISl pa3HbIX BUIOB pactenuii (Nicaise
et al., 2009).

Hecneyunduyeckasn yctonumocTb
B pacTeHnsx pa3BUINCH CIOKHBIE MEXaHU3MBI JUTS 3aIIUTHI
OT HeaIaNTHPOBAaHHKIX naroreHoB. Hecnenmduyaeckas ycToi-
YMBOCTh CTAOMIILHO 3aIUILNACT PAa3IMuHbIe BHJIbI PACTCHUI
OT MOPayKeHUs! MOAABIISAIOMINM YHCIIOM ITaTOTEHOB. DTOT BH]]
YCTOWYHMBOCTH TIOCTOSIHHO NPUBJIEKAET BHUMAHHUE HCCIIEN0-
Baresieil, Tak KaK 00ecreunBaeTcsi BpOXKACHHbBIM HIMMYHHTE-
TOM pacTEeHHH M MPeICTaBIsAeT co00il HanboIee HaTeKHYIO
U JIOJNTOBPEMEHHYI0 (opMmy.

MexaHu3MBl, Jie)Kallne B OCHOBE Hecne(uueckoi ycToii-
YMBOCTH, OCTAIOTCS OTHOCUTEIHHO MaJIOMCCIIEIOBAHHBIMH 10
CPaBHEHHIO C MEXaHU3MaMH CHIEIU(PUICCKON YCTOHINBOCTH.
[Tpoueccel, yuactBytoiue B ((opMUPOBaHUH Hecreruduye-
CKOH yCTOWYMBOCTH MPH OaKkTepratbHON HH(EKIINH, 3aTpa-
THBAIOT YKpEIIEHUE KJICTOUYHOH CTEHKH, CHHTE3 BOCKOBOTO
HaJeTa, 3aKpbIBAaHUE YCTBUII, CUHTE3 CTEpOJja, 3aIlIUTHBIX
monekyn (Senthil-Kumar, Mysore, 2013). UaayunpoBanHas
Hecrienduaeckas yCTOHYMBOCTD TPOTUB OaKTepuii, rpuOoB
Y OOMHILIETOB MOXKET OBITh pa3jesieHa Ha jisa tumna. [Tpu [ tune
He HaOJII0/1aeTCsl BUAMMBIX CUMIITOMOB, B TO BpeMsI Kak TIpH
II TMne mponcXOoMUT OBICTPBIN TUIIEPIYBCTBUTEIBHBIN OTBET
¢ rubesnplo KieTok. | Tum 6onee pacnpocrpaneH, yem Il tun
(Mysore, Ryu, 2004; Nurnberger, Lipka, 2005).

Vcnons3ys TpeThio TPAHCIOPTHYIO CHCTEMY, MaTOTCH-
Hble OaKTEPHU CEKPETHPYIOT 3P PEKTOPHBIE MOJIEKYJIbI, MO
BO3JEMCTBHEM KOTOPBIX PACTUTENbHASI KIETKAa HAYMHACT
MIPOU3BOJINTH HEOOXOAMMBIE JIIsl OAKTEpUH MHUTATEIbHBIC
Berecta (Cunnac et al., 2009). Hecrieunguyeckas ycroiuu-
BOCTb PACTEHHUS MOJKET OBITh CBSI3aHA C €r0 HECTIOCOOHOCTHIO
M3MEHSTH CBOW KJIIETOUHBIN METa00IN3M TI0]1 BO3AECHCTBHEM
OakTepualibHBIX AP(PEKTOPOB M CO CHMIKEHHEM IPOHUIIAL-
MOCTH KJIETOUHBIX MeMOpaH. Hapyiienue cunTesa crepoina
y pacTeHni Tabaka 1 apabUAOICHCa IIPUBOANT K MOBBIICHUIO
MPOHUIIAEMOCTH MEMOPaH 1 BBIXOJY ITUTATEIbHBIX BEIIECTB
B anoracT. [IoBBIICHHBIN YPOBEHb MUTATEIbHBIX BEIIECTB
B aIoIuIacTe MPHUBOJMI K TIOBBIIICHHON 4yBCTBUTEIBHOCTH
ATHUX PACTEHHH HE TOJBKO K CHEeUU(PHUIECKUM, HO U HecIie-
UpUIECKUM TaToreHHBIM OaktepusM (Wang et al., 2012).
OTcyTcTBHE HEOOXOAMMBIX ISl MATOreHAa MUTATEIbHBIX

Buonndopmatnka pacteHnii
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BCHICCTB WJIM JOCTYIIA K MUTATCIIbHBIM BEIICCTBAM ABJIACTCA
BaYKHOM MPUUMHON HeCTIeIN()UIECKOH YCTOMIUBOCTH pacTe-
wuii (Fatima et al., 2015).

HeCI'IELII/l(I)VI"IECKaﬂ YCTOﬁqMBOCTb K p>KaBYnHe
YeToIUMBOCTS K prKaBUMHE 3aJeHCTBYET MHIAYKIMIO PA3HO00-
Pa3HbIX 3aIMTHBIX MEXaHU3MOB. XOTsI OOJIBIIMHCTBO 3€PHO-
BBIX YyBCTBUTEIBHEL, 110 KpaiHEH Mepe, K OTHOMY U3 BUIOB
TpHOOB, BHI3BIBAIOIINX PrKaBUUHY, puC (Oryza sativa) siBIseTcst
UCKIIIOUEHHEM M HE IOPaXKaeTCs M3BECTHBIMU BU/IaMH PIKaB-
yuHEL. [loce HHOKYISIMK TUCTREeB prca copta Nipponbare
rpudom P, triticina f. sp. tritici (Ptt) Tonbko 10 % npopocmmx
crop (hopMHUPOBAJIH aNIPECCOPHHU Yepe3 ycThulia. Yepes Tpu
JIHSI BOKPYT aIipeccoprii HaKarInBaaach NEPEKUCh BOAOPO-
na. Tonbko 3 % ammpeccopuii popMUPOBAIN KOPOTKHE TH(HI
BHYTPH JIUCTA, U3 KOTOPHIX TObKO 0,2 % vyepe3 21 nens nocne
MHOKYJISAIMY (DOPMUPOBAIIH Pa3BETBICHHbIE T (BT B KIIETKAX
mezo¢pmta. [Ipn sTom He HabmOHaIOCH 0OpazoBanue Ccyo-
CTPOMaJIbHBIX BE3UKYJI, MATEPHHCKHUX KJIETOK I'ayCTOPHUI HITH
rayCTopuil. YCTOMUMBOCTb pHca K Pt CBsI3aHa ¢ U3MEHEHUEM
0EJIKOBOTO M HEPTeTHYECKOTO META00IM3Ma, HAKOIUICHHEM
(uroanexkcunos, ykperuienuem KC, yckopeHrem penapanuu
KJIETKH, TIOBBIIIIEHHBIM YPOBHEM aHTHOKHUCIICHUS 1 IETOKCHU-
(puxarn. bonee monoBHHbI OEIKOB C MTOBBIIIEHHBIM YPOBHEM
9KCIPECCHH OBLIH CBSI3aHBI C pA0OTOI XJIOPOIUIACTOB U MH-
TOXOH/IPHH, YTO MPEANONAraeT BaXHYO POJIb 3THX OPTraHeI
B ycroitunBoctu (Li et al., 2012).

['puOBI, BBI3BIBAIOIINE PXKABUMHY Y 3J1aKOB, HE CIIOCOOHBI
BBI3BaTh 3a00seBaHue y 6000BbIX. [lociae HHOKYIAINH JTHC-
TheB 0000B (Vicia faba L.) nartorenom Puccinia striiformis
f. sp. tritici (Pst), BBI3bIBAIOIIUM KEJITYIO PIKABUMHY Y TIIIIC-
HUII, BUIUMBIX CHMITOMOB 3a00JIeBaHUSI HE HaOIOIaeTCs.
[TonbITKM MHGUINPOBAHKS BEI3BIBAIN 00pa30BaHUE TTATIHILI,
yronenue KC, oOpa3oBaHue akTHUBHBIX (OPM KHUCIIOPO/A,
3aracaHye Kayulo3bl U HAKOTUIEHNE (DeHOIBHBIX COSANHEHNI
B KC 6060B. HemHOTOUMCIIEHHBIE TayCTOPUH Pst, KOTOpbIE
(hopMHUPOBAITUCH B KJIETKaX O000B, OBUIH OKPY)KCHBI aKTHB-
HBIM KHCJIOPOJIOM U KaJUTO3HBIM MaTe€pUaioM, U TAKUE KIETKH
OBUIH ITOABEPTHYTHI THIIEpUyBCTBUTEIFHOMY 0TBeTY (Cheng
etal., 2012).

[Tmennna nmopaxkaercsi HECKOIBKUMHU BuaaMu Puccinia,
HO ycToifunBa ko BceM Bunam Uromyces. V3yuena ocHoBa
YCTOMYUBOCTH MUICHUIBI K Uromyces fabae, BbI3bIBatOIEMY
pkaBanHy y 6060B. Ypenocnopst U. fabae 3¢ dexTHBHO TIpo-
pacTajy Ha IMCTHSIX MIICHULBL, HO TOIBKO 2 % 13 HUX (HOpMH-
POBaJIM ANPECCOPUH Yepe3 ycThhla. B To e Bpemst Oosibiias
4acTh N3 HUX HE MOIVIA TIPOHUKHY T Yepe3 KIETKH Me30(HIIa
meHnnsl. Yepes yersipe THS TONbKO 4 % JOCTHITINX Me-
30¢wmia nHpekuuoHHbIX eaunun U. fabae dbopmupoBain
raycTopud. [IoNbITKH NPOHUKHOBEHUSI MATEPUHCKUX KIIETOK
raycropuii Bei3siBanu yronmenne KC u popmupoBanue
Manwul B PaCTUTENILHBIX KJIETKaX, YTO OrPaHHYMBAJIO pas-
BUTHE U pocT rpubda. [IpoHMKIINE B KIIETKH rayCTOPUHU ObLTH
3aKJII0YEHBI B KaJUIO30MOI00HBIN MaTeprall U He BBI3BIBAIN
peaKluy TUIEePYYBCTBUTEILHOCTH. Y IIISHUIIBI HAOI0Aa-
JIach aKTHBAIMSA HECKOJIIBKUX I'eHOB 0a30BOH yCTOWYNMBOCTH
W OKHCIIUTENIBHOTO cTpecca (Zhang et al., 2011).

JlaHHbIe pe3ybTaThl IOKa3bIBAIOT MHOTOYPOBHEBBIH CITO-
€00 3aIIUTHI TP HECTIEIU(PIYECKON YCTOWIMBOCTH, BKITFOTAS
CTPYKTypHOE M XxuMndeckoe ykperienne KC, runepuays-
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CTBUTEJIbHBIA OTBET M MHAYKLHIO psja reHos. [Ipuuem,
€CJIM ITPH B3aMMOJIeHcTBUHM 6000B U Pst HaOmomaeTcs rumep-
YYBCTBUTEIILHBIN OTBET, TO NPH B3aUMOJICHCTBHUH IIICHUIIBI
u U. fabae rayctopun ObUIM MHKAICYJIUPOBaHbBI U rHOCIb
KJIETOK He HaOIromanach.

Jlyist GONBIIMHCTBA BBI3BIBAIOIINX PIKABUMHY MATOTCHOB
npouecc MHGUIMPOBAHUS 3aJEPKUBACTCSI Cpa3y MOCIE
00pa30BaHMS MEPBUYHONH MATEPHUHCKON KIETKHU TayCTO-
puii B TKaHAX HeBocnpuuMuuBbIX pacteHnil (Niks, 1983;
Hoogkamp et al., 1998). HccnenoBanus B3auMoaeicTBUN
HEBOCTIPHMMYNBBIX PACTCHUH U PiKaBIMHHBIX TPHOOB, TAKUX
kak apabunoncuc nu Uromyces vignae, Puccinia triticina,
Hemileia vastatrix (Mellersh, Heath, 2003; Shafiei et al.,
2007; Azinheira et al., 2010); mmenuna u P. hordei, U. fabae
(Prats et al., 2007; Zhang et al., 2011); stamens u P. triticina,
P. hordei-murini, P. hordei-secalini, P. persistens (Jafary
et al., 2008); puc u P. graminis, P. triticina, P. striiformis,
P. hordei u Melampsora lini (Ayliffe et al., 2011a, b), moka-
3aJIH, YTO YCTOMYMBOCTb K IPUOHOM pyKaBUMHE HACIIEIYyeTCs
(bUITOTEHETHYIECKH 1 SIBIISIETCS] aKTHBHBIM OTBETOM, B KOTOPOM
3a1eHCTBOBAHBI CUTHAJIBI CAJTUIIMIIOBOM KHCIIOTHI.

Y myranToB apadunorncuca sid2 u NahG ¢ nmoHmKeHHbIM
YPOBHEM CaJIMIMIOBON KHCIOTHI HAOIIONAIOCH YCKOPEHHOE
pasButne rpuba U. vignae, BBI3BIBAIOIIETO PAKABUMHY Y BUTHBI
(Mellersh, Heath, 2003). B ¢hopMupoBanuu ycToiunBoCTH
apaOuorcuca K JINCTOBON PrkaBIMHE MIIIEHHIIBI, BEI3BIBAEMOI
Ptt, 3aneiicTBOBaHBI aKTUBHBIC (HOPMBI KHUCIOPOJA, OKCHT
a30Ta, CaJMLUIIOBasi KUCIOTa M (PUTOAIEKCHH KaMaJeKCUH
(Shafiei et al., 2007). {151 yCTOHYNBOCTH pHca, B3aMMOIEH-
CTBYIOIIETO C TPUOOM CTEOIEBON pXKABUMHBI IIIEHUIIBI
P. graminis f.sp tritici, XapakTepHbI HHIYKIHsI 00pa30BaHHUsI
MEPEeKUCH BOJOPOAA W OTIOKeHHe Kayo3bl (Ayliffe et al.,
2011b). YcTOHUMBOCTD, CBA3aHHAS C THIICPYYBCTBUTEIEHBIM
OTBETOM B 3aIllMPAIOIIUX KJIETKaX YCTBHIl apaduporcuca
TocIIe IPOHUKHOBEHMS Uepe3 HUX arpeccopuii rpuba H. vasta-
trix, BBI3BIBAIOIIETO PXKaBUMHY Y Ko(he, CONPOBOXKIACTCS Ha-
KOIUIeHHEM (DEHOIIOB, OTIIOXKEHHEM KaJlIO3bl U dKCIpecCcHeit
TeHOB YCTOHYMBOCTH, Takux kak PRI, PR5, POX n WRKY
(Azinheira et al., 2010).

W3yuenne HecrienupuuecKor yCTOHYMBOCTH CIIOCOOCTBYET
Jy4qIIeMy TTOHUMaHUIO MEXaHN3MOB CIIEIN(UUECKON YCTOM-
YHBOCTH B CBSI3U C HAJMYMEM ACCOIMAIINIA MEX/Ty HECTICIH-
(hmueckoil yCTOHUMBOCTBIO PACTEHHI K HEaanTHPOBAHHBIM
1 0a30BOH YCTOHYMBOCTHIO K aalTHPOBAHHBIM MATOTCHAM
(Cheng et al., 2012).
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