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CHHUCOK COKPAIIIEHUI
ACC — aneHmnaTykia3Hasi CHTHaJIbHas CUCTEMa

All — ageHunaTuKIa3a

pAILl — «pacTtBopumas» ALl

TALL — TpancmemOpannas AL

TAM® — nuknnaeckuii axeno3unaMonodocdar

BPC — 6060B0-pr3006HaibHbIN CUMONO03

CO/l — cynepokcuaaucmyTasa

CU - peakuus — peakiusi CBepX4yBCTBUTEIbHOCTH

I1]J] — moTeHan AeMCTBUS

®J1D — dhochoaurcrepasa

p® D — «pactBopumas» O/

T®J1D — TpancMemOpanHas O/

OIIC — sx30mn05caxapubl

Avr-0enok — aBUpYJICHTHBIN OeI0K

Cs — Clavibacter sepedonicus

ETI — effector triggered immunity (MMMyHUTET, akTUBHpPYeMbI 3(dekTopamu
MaTOr'CHOB)

GPCR — G-protein coupled receptors (perientopsl, conpsibkeHHbIE ¢ G-OenKammu)

LRR — leucine-rich repeats (Jielitiua oboraiieHHbIe TTOBTOPHI)

LysM — lysin motive (1M31HOBbIE MOTHBBI BO BHEKJIETOUYHOM JIOMEHE)

NBS (NB) — nucleotide binding site (curnanpHasi 06sacTh, cBsa3biBatomasica ¢ ATD u
['TD)

NF — Nod-Factor (¢pakTopsl HOLyIS1IUN)

NFR — Nod Factor Receptors (penenTopsl, pacrio3Haromue (hakTopbl HOLYJISINHN)
PAMP — pathogen-associated molecular patterns (maToreH-accOUMHPOBAHHBIC
MOJIEKYJIIPHBIE MATTEPHBI)

PRRs — Pattern Recognition Receptors (martepH-pacno3Haronye perenTopsl)
PR-06enku — pathogenesis related proteins (0enku, CBSI3aHHBIE C TATOIC€HE30M )

Psp — Pseudomonas syringae pv. pisi



PTI — pattern-triggered immunity (Hecneunpuyeckuii MMMYHHUTET, AKTUBUPYEMBI
PAMP)

RLCK - receptor-like cytoplasmic kinases (peunenTop-1mogo0HbIe ITUTOIIa3MaTHIECKUE
KUHA3bI)

RLK — receptor-like kinases (peuientop-moao0HbIe KMHA3HI)

RIv — Rhizobium leguminasarum bv viciae



BBEJIEHUE
AKTYaJIbHOCTDH MCCJIEeOBAHUM

Puzochepa wu pusormmana sABASIOTCA  O0MAcTbIO  TECHOTO KOHTaKTa W
B3aMMOJICUCTBUS KIIETOK KOpHEW pacTeHud ¢ MukpoopranuzMamu. Ha panHux sramax
WHTEHCUBHOCTh M OOpaTHUMOCTh aire3un OaKTepuil, a TakKe OTBETHAS aKTHUBAITHUS
CUTHAJIGHBIX CHCTEM B KIJIETKaX pACTEHUW SBISIOTCS KIIOYEBBIMH MOMEHTAMH
B3auMoieiicTBUsl. CUTHAJIbHBIE COOBITHS Ha HAYaJIbHBIX ATanax a30TQUKCHUPYIOIIETO
cuMOmMo3a U 0aKTepuaabHOTO TMAaTOTeHe3a MMET MHoro obmero (Gust et al., 2012;
Zipfel, Oldroyd, 2017). D10 kacaercs, B TOM 4YHCIIe, KPATKOBPEMEHHOTO MOBBIIICHUS
YPOBHSI BHYTPUKJIETOYHOTO TMEpOKCHIa BojopoAa M MoHOB Kaiblus (Gough, 2001;
Puppo et al., 2013; Granqvist et al., 2015). JIIUTeNbHOCTh U UHTEHCUBHOCTh TaKHX
«BCIUIECKOBY» KOHIIEHTPAIIMH CUTHAJIBHBIX MOJIEKYJI MHIAMBUyalbHA TIPU KaXKJIOM THIIE
B3aUMOJIEUCTBHI, YTO CIIOCOOCTBYET Pa3BUTHIO COOTBETCTBYIOIIMX META0OJINYECKUX
nporpamMm. Tak, oJHON U3 OCOOEHHOCTEW CUTHAJBHBIX COOBITHI B KJIETKaX pPacTEHUI
npu 6060Bo-puzoOuansHoM cumbuoze (BPC) sBnsercs onHokpatHas, HO OoJee
CUJIbHAS «OKHUCJIUTEIbHAS BCIBIIIKA», Ye€M IPU B3aUMOJICUCTBUU C TATOTCHAMHU.
Xopolo U3BEeCTHA CUTHAIbHas pojb noHOB Kaibius (Komymaes, 2007a), a Takxkxe NO
(Puppo et al.,, 2013) B WHAYKIMH 3alIUTHBIX MPOrpaMM IpU TMATOTE€HE3e U Ha
HavyaJbHBIX 3Tanax 0000BO-pU300MaTHLHOTO CUMOUO3a.

Takke H3BECTHO O HEOJUHAKOBOW AaKTUBHOCTH KOMIIOHEHTOB HEKOTOPBIX
CUTHAJIBHBIX CHCTEM B YydyacTKax KOpPHS ToOpoxa, pa3IMUHbIX [0 CTENEeHU
c(OPMHUPOBAHHOCTH KOPHEBBIX BOJIOCKOB M, COOTBETCTBEHHO, METa0OIU3MY W
COJICPKaHUIO0 B HUX AaKTHBHBIX MOJIEKYJ. B 4acTHOCTH, aKTMBHO pacTyIlUe KOPHEBBIC
BOJIOCKM OOOOBBIX OTJIMHYAKOTCS MOBBIMIEHHBIM coniepkanneM ADK B cybanukanbHON
(moaBepXyIIeYHOW) 00J1aCTH, B TO BPEMSI KaK B 3pEJbIX KOPHEBBIX BOJIOCKAX YPOBEHb
A®K 3amerno Hmwxke unu orcyrcrByer (Cardenas et al.,, 20080). Ilo nuteparypHbiM
JAHHBIM, HauOoJiee «IPEANOYTUTEIBLHBIMIY YyYacTKaMHU [JIsi HEeoOpaTUMOW aAre3uu
pU300Mii B KOPHSAX OOOOBBIX SBIISIOTCS 3a4aTKM W MOJIOJBIC KOPHEBBIC BOJIOCKH
(AxumoBa u ap., 2002; Maxkaposa u ap., 2004; Makaposa, Hypmunckuii, 2005; Ho et

al., 1994). Ilo nanueim C. Bowler u R. Fluhr, uepe3 24 u mocne uHpUIIMpPOBaHUS



Rhizobium leguminosarum B JaHHBIX Yy4YacTKax KOpHEH ropoxa MPOUCXOIUT
KPAaTKOBPEMEHHOE BO3pacTaHue ypoBHs cBoGomuoro Ca’’ u cHmkenne yposus ADK
(Bowler, Fluhr, 2000).

HexoTopble nuTepaTypHble JTaHHBIE YKAa3bIBAIOT HAa TO, YTO HA PAHHHUX 3Tamax
OaKTepHaIbHOTO MATOTe€HEe3a MWHUIMATOPOM MHOTHX CUTHAJIBHBIX COOBITUH B KIIETKaX
pacTeHUM  SBISETCA  W3MEHEHUE YPOBHS  BHYTPHUKJIETOYHOTO  ITUKIMYECKOTO
anernosmaMoHO(ochara (MAM®D) (JlomoBarckas u gap., 2014; Bindschedler et al.,
2001). AxTtuBanus KOMIIOHEHTOB aJCHUJIATIIMKIA3HON CUTHAJILHON cuctembl (HAMO,
aJIcHUJATIMKIAa3a) B KJIETKaX pAacTEHUW TOJA BO3JCUCTBUEM 3SK30METa0OIUTOB
MaTOr€HOB MOXET TMPUBOJUTh K KaJbI[MEBBIM CHallkaM W HW3MEHEHHUIO YPOBHS
BHYTPHUKJIETOUHOTO mepokcunaa Bomopona (Gough, 2001). [MogoOHble naHHBIE I10
yuacturio TAM® B perymanuu HadanbHbeIX 3TanoB bPC B nuTepaType OTCYTCTBYIOT,
XOTsl MOKAa3aHO y4YacTHE 3TOM CUTHAIBHON MOJIEKYJIbI B KOHTPOJIE MO3JHUX CTaJHil
azoTdukcupyromero cumobuosa (Terakado et al., 2003).

HecMmoTpss Ha OoJibllloe KOJIMYECTBO paldOT, TMOCBSIICHHBIX CUTHAIbHBIM
CUCTEMaM pPAacTEHUW M, B YACTHOCTH, AJCHWIATIIUKIA3HON CUTHAJbHOW CHCTEME
(ACC), ocTarorcs 10 CUX MOP HESICHBIMU BPEMEHHbIE U IIPOCTPAHCTBEHHBIE Pa3JInyus B
aKTUBHOCTU KOMIIOHEHTOB 3TOM CHCTEMBI pacTeHui npu mnaroreHese u bPC. Oto tem
OoJee BaXHO, YTO HA PaHHUX dTanax UHPUIMPOBAHUS pU300UU MPOSIBISIOT CBOMCTBA
MaTOreHOB M CYIMPECCUPYIOT UMMYHHUTET O0000BBIX. Hapsimy ¢ 3TUM, MpaKTHYECKU
OTCYTCTBYIOT CBEJICHHSI O B3aMMOCBS3M MEXIY AKTUBHOCTBbIO KOMIOHEHTOB ACC m
JPYTUMHU BTOPUYHBIMH MECCEH/IKEPAMU B KJIETKaX pPacTCHUI.

IModTOMy meJb HACTOSIIETO UCCIAEAOBAHUS 3aKjIroyajgach B  HU3YUYCHUHU
W3MEHEHUW B AKTUBHOCTH KOMIIOHEHTOB aJCHWJIATIUKIA3HOW CUTHAJIIBHOM CHUCTEMBI
(TpancMeMOpaHHOM U «pacTBOpUMON» (OPM aJleHWIATIMKIA3bI, YpOoBHA HAM®D) u
koHueHTpaiuu H,0,, a Takxke BO3MOXKHOW B3aWMOCBSI3UM HJTUX IAPAMETPOB B
MPOPOCTKAX TOpOXa TPH B3aUMOJICUCTBHM C OaKTEPHAIBHBIMUA IAaTOTCHAMHU U

MYTYaJIHCTOM.



JUis MOCTHXKEHHUS] TOCTaBICHHOW WEeAu ObUlM C(HOPMYIUPOBAHBI CIETYIOIINE
3a1a4u:

1. IlpoBecTu cpaBHUTENbHBIN aHAU3 UHTEHCUBHOCTH aAre3uu R. leguminosarum
bv. viciae /P. syringae pv. pisi/C. sepedonicus B y4acTKax KOPHS MPOPOCTKOB ropoxa,
Pa3IMYAIOIIUXCS 110 CTENeHH CHOPMHUPOBAHHOCTU BOJIOCKOB depe3 5, 15, 120 u 360
MHUHYT [OCJIE€ UHOKYJISLIUH.

2. V3yunth Biusaue WHOKYIAmuu R. leguminosarum bv. viciae/P. syringae pv.
pisi/C. sepedonicus Ha konuentpanuo H,O,, tAM® u akTUBHOCTH TpaHCMEMOpaHHOM
U pacTBOpUMON (opM aJCHMUIATIIMKIA3bl B PA3IMYHBIX y4acTKax KOPHS MPOPOCTKOB
ropoxa u snukotwiie yepes 5, 15, 120 u 360 MUHYT 1Toce MHOKYJISALHH.

3. BbIBUTH B3aMMOCBSA3b MEXKIY H3MEHEHUEM YPOBHS BHYTPUKIETOYHOIO
HAM® u xoHuentpauuen H,O, B pa3imnuHbIX ydacTKax KOPHSI MPOPOCTKOB ropoxa U
AMUKOTUJIE TP HUHOKYJSIIUU R. leguminosarum bv. viciae/P. syringae pv. pisi/C.
sepedonicus B TeUEHUE 5 MUHYT.

4. Nzyuuth Bausinue H,O, Ha u3MEHEHHE AaKTUBHOCTH TPAHCMEMOpPAHHOW U
pacTBOpUMON (QOpM aJIEHUTATIIUKIA3BI W3 TOMOI€HaTa KJIETOK KOpPHEH IMPOPOCTKOB
ropoxa mociie MHOKysiuuu R. leguminosarum bv. viciae / P. syringae pv. pisi/ C.
sepedonicus.

IHo10’keHus1, BHIHOCHUMBbIE HA 3ALIUTY:

1. Rhizobium leguminosarum bv vicia Bb13bIBaeT cneurduueckuii orser ACC
(TpaHcMeMOpaHHOM U «pacTBOpUMON» (HOPM aJeHUIIATIIUKIA3b], YPOBHS
HAM®) B ydacTkax KOpHEH MNPOPOCTKOB IOpoXa, BOCHPUMMYHUBBIX K 3TOH
uH(peknuu, yepe3 360 MUHYT HHOKYJISLIUU.

2. CymectByer 3aBucuMocTh YypoBHA H,0, OT H3MEHEHHMH KOHUEHTpauuu
HAM® B ydacTkax KOpPHS HPOPOCTKOB Tropoxa. OK30T€HHBIM NEPOKCUI
BOJOpOJa J10303aBUCMMO CHIKAET AaKTUBHOCTb TpPAHCMEMOpAaHHOW U
«pacTBOpPUMOI» (PopM aneHUIATIIMKIA3BI B TOMOTEHATE KJIETOK KOpHEH
IPOPOCTKOB TOpOXa, B TOM YHCIE MOCJIE MNPeIBAPUTEIBbHON WHKyOaluu ¢

6aKTepI/IaJ'H>HI>IMI/I MMaTorcHaMu 1 MyTyaJIuCTOM.



Hay4ynasi HoBU3HA
BrnepBble noka3aHo, 4uTo OakTepuanbHas aare3us Ha pas3iMyHbIX 0 CTENEHU

c(OpPMUPOBAHHOCTH BOJIOCKOB YYacTKaX KOpPHEH MPOPOCTKOB TOpoxa, OMpEesIseTcs
cnenupuyHoCThI0 Oaktepuit (Rhizobium leguminosarum bv vicia, Pseudomomas
syringae pv. pisi, Clavibacter sepedonicus) B OTHOIIIEHUU pacTeHUs-xo3siuHa. [Ipu s3Tom
aktuBanusi KoMrnoHeHToB ACC B yyacTkax KOpPHEH MPOPOCTKOB Topoxa MOJ
BO3JICUCTBUEM OTUX OaKTepuil HE 3aBUCUT OT HMHTEHCHUBHOCTH WX aJr€3ud. ITO
IIOATBEPKAAETCSA CYIIECTBEHHBIM BO3pacTaHuEM YpoBHA UAM®D 1pu HMHOKYISILUN
Clavibacter sepedonicus, HeCMOTpPS Ha MOJIHOE OTCYTCTBUE aJre3UU JAHHOTO MaTOreHa.
Pe3koe noBbIlIeHHEe aKTUBHOCTU aICHWIATIMKIIA3bl U ypOBHA HTAM® nipu MHOKYISIITUU
TOJNBKO 3(PPEKTUBHBIM TO a30T(UKCAUUU ITAMMOM Rhizobium leguminosarum bv
viciae B y4acCTKax KOpHs, HauOoyiee BOCIPUUMYMBBIX K PU300MATIBLHON MHGEKINH,
nokaspiBaeT yudactue ACC B mporeccax QopmupoBaHusi 0000BO-prH300UATIBHOTO
cuMOMO03a.

Taxke BHEpBbIE TOKA3aHO BIMSHUE OHK30reHHOro HAM®D Ha wu3MeHeHus
koHUeHTpau H,O, B KOpHSAX MPOpPOCTKOB ropoxa. IIpym MCKyCCTBEHHOM CHWKEHUU
ypoBHS HAM® B KOpHAX HEWHOKYJIMPOBAHHBIX OaKTEpUSIMU TPOPOCTKOB TOPOXa,
kouuentpamuss H,O, Bospacrama. B To Bpemsi kak KpaTKOBpEMEHHAs WHOKYJISIIUS
OaKTepHaIbHBIM MYTYaJMCTOM WJIM MaTOreHamMu cHibkana ypoeHb H,O, BO Bcex
y4acTKax KOpHEM.

B skcnepumeHTax ¢ nmpuMeHeHueM 3k30oreHHoro H,O, BIepBbIe YyCTaHOBIEHO,
YTO M30BITOK ITOW MOJIEKYJIBI CIIOCOOEH CHMXXKATh aKTUBHOCTH KaK TpaHCMEMOpaHHOM,
TaK U «PAcCTBOPUMON» aJEHUJIATIIMKIIA3 B TOMOTe€HAaTe KOPHEH MpPOPOCTKOB ropoxa,
O0COOEHHO MHTEHCHBHO IOCJE MPEIBAPUTEIBHOTO BO3AEHCTBUA R. leguminosarum bv
viciae, Pseudomomas syringae pv. pisi unu Clavibacter sepedonicus.

Ilo pe3ynbraram NpOBEEHHBIX HCCIETOBAHUN C MPUBICYEHUEM JUTEPATYPHBIX
JAHHBIX  MpEeMJIOKeHa  CXeMa  B3auMOJACHCTBUS  aJCHWIATHMKIA3HOM |
CYNEPOKCUIACUHTA3HON CUTHAJIBHBIX CUCTEM KJIIETOK KOPHEH Iropoxa MpH BO3JICHCTBHU

a30T(PUKCUPYIOMIUX U (PUTOMATOTEHHBIX OAKTEPUM.



Teopernyeckasi 1 NPAKTHYECKAsA 3HAYMMOCTb PadoThI

[TomydeHHble NaHHBIE PACIIUPSIOT U YIIIYOJISIOT COBpEMEHHBIE MTPEICTAaBICHUS O
B3aMMOCBSI3M  BHYTPHUKJIETOYHOIO  CUTH&JIMHIA  PacTeHUHM € Ipoleccamu
cnenu@uueckoro/HecneupuIeckoro y3HaBaHUs Ha PpaHHUX JdTamax pacTUTEIbHO-
OaKTEpUaIbHOIO MOJIEKYJIIPHOTO JUAJIOra, KOTOPbIE MOTYT OBITh MCIIOJNb30BaHbI JJIs
HOCTPOEHHUsA 0oJiee MOJTHOM MOJIENM BHYTPUKIIETOUHBIX CUTHAJIBHBIX M 3aLIUTHBIX
MEXaHU3MOB pAaCTeHUW Npu OaKTepUaTbHOM MAaTOreHe3e WM a30T(HUKCUPYIOIIEM
cumbuo3ze. Pe3ynbTaThl ncciaenoBaHUS MOTY HCIOJB30BaThCs B OMOTEXHOJIOTMH IS
pa3pabOTKU METOJOB JAMATHOCTUKH YCTOWYUBOCTH M 3(PPEKTUBHOCTU a30T(HUKCALUU
HOBBIX COPTOB PAaCTEHMM M IITAMMOB MHKPOOPraHM3MOB. Marepuansl auccepTanuu
MOTYT OBITh BKJIFOUEHBI B KypChl JIEKIMHA 1O (DU3HOJIOTHMM U OMOXUMHH PACTCHHUH,
MUKpPOOHOJIOTUH, HKOJOTMHU, a TaKXKe HCIONb30BaTbCd B MNPOPUIBHBIX HAyYHO-

HCCICAOBATCIIbCKUX HHCTUTYTax Poccuiickon dKaJICMHH HAYK.

AnpoOauus padoTbl

MexnayHaponHass Hay4yHass KoH(pepeHuuss «PacteHuss u  MUKpPOOPraHU3MBI:
ouorexHosorust Oyaymero», «PLAMIC2018» (Yda, 13-17 wurons 2018 r.).
Bcepoccuiickast Hay4yHasi KOHGEpEHIUSI C MEXKIyHapOJIHBIM ydacTheM «MexaHUu3Mbl
YCTOMYMBOCTU PACTEHUH M MUKPOOPTaHU3MOB K HEOJIATONPHUATHBIM YCIOBHUSIM CPEIIbI»,
VIII cve3n obmectBa duszuonoroB pacteHuit Poccun, (Mpkyrck, 10—15 urons 2018);
Bcepoccuiickas Hay4Has KOH(EpeHIUs C MEXIYHAPOAHBIM ydacTueM, «Du3nonorus
pacTeHM — OCHOBA CO3JIaHUs pacTeHui Oyaymiero», IX cwrezn OOmiecTBa PU3N0OI0roB

pactenuit Poccun, (Kazanb, 19-21centsiops 2019 r.).

JInyHoe yyacTue aBTopa
ABTOp JIMYHO TPUHHMAN Yy4YacTHE B IUIAHUPOBAaHUM W  IPOBEICHUU

HKCIIEPUMEHTOB, CTaTUCTUYECKOM 00paboTke, OO0O0OIIEHNH U HHTEpIpETAIIU
MOJTyYEHHBIX JAHHBIX, a TAKXKE B HAMMCAHUU CTaTeH, OMyOIMKOBAHHBIX 10 pe3yIbTaTaM
paboTel. B quccepranoHHON paboTe UCIOJIb30BaHbl HKCIIEPUMEHTAIIbHBIE MaTepHAIbI,
MOJly4YE€HHBIE JIMYHO aBTOPOM, a TaK)K€ COBMECTHO C COTPYAHHMKaMHU Jaboparopuu

reHeTuueckot nuxxenepuu pactenuii CUOUBP CO PAH.
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CTpykrypa u 00beM qJuccepTaAlNU
HuccepranonHas paboTa COCTOMT M3 BBEIEHUS M TpPEX TJaB, BKIHOYAIOLIUX

0030p JUTEpaTypbl, OMUCAHHE MaTepUATOB M METOJOB HCCIEIOBAaHUS, PE3yJIbTaThl
COOCTBEHHBIX HCCIEIOBAaHUN M UX OOCYXJEHHUE, 3aKIIOYEHHs, BBIBOJOB MU CIHUCKa
WCITOJIb30BAHHOM JTUTEPATYpPHI, BKIIOUaromero 343 O0ubmmorpaduueckiux MCTOYHUKOB,
240 u3 KOTOpBIX Ha aHIJIMHCKOM s3bIKe. Marepuansl 1uccepTaluuu U3JI0KeHbl Ha 146

CTpaHHUIaX MAIINHOIIMCHOT'O TCKCTA, NIIJIIOCTPHUPOBAHBI 19 PUCYHKaMH H 5 T3.6J'II/IHaMI/I.

baarogapuocTu
ABTOp BBIpaXKaeT TIIYOOKYIO MPU3HATEIBHOCTh M 0JarogapHOCTh HAYYHOMY

PYKOBOJIUTENIO JUCCEPTAIIMOHHONW pPabOThl — TJABHOMY HAyYHOMY COTPYIHUKY
nabopaTopur (PU3HOJIOTUM YCTOMYMBOCTH PACTEHHM, JOKTOpPY OMOJIOTMUECKHX HayK,
Jlunun ApHonbnoBHe JloMoBaTCKOM 3a HMAEHHOE PYKOBOJACTBO M BCECTOPOHHIONO
MOMOIIlb, @ TAaKXe 3a MPEIOCTaBICHHYI0 BO3MOXKHOCTh pabOTaTh HAJ HUHTEPECHOMN
TEMOH. ABTOp BBIPAXAET HWCKPEHHIOK OJaroJapHOCTh TIJABHOMY Hay4YHOMY
COTPYJIHHKY, 3aBelyloliell jabopaTtopuu (PU3MONOTUM YCTOWYUBOCTH paCTCHH,
JTOKTOpY Ouonorndeckux Hayk, Jlronmuie EBrenbeBHe MakapoBoil 3a IEHHBIE COBETHI
U PEKOMEHJAIMHU, a TaKXKe H.C. JJabopaTopuu (PU3HOJIOTUU YCTOMYMBOCTH PACTECHUH,
k.0.H. Onere BacunbeBHe 3axapoBoil 3a MOMOIIL B MPOBEACHUU SKCIEPUMEHTAILHON
pabotel. Kpome Toro, aBTOp BbIpakaeT OJIarOAapHOCTH C.H.C. JlabopaTopuu
bu3MoNIOoTUM YCTOMYMBOCTH pacTeHuid, K.0.H. ['anune [lerpoBHE AKMMOBOI; JOIICHTY,
1.0.H., [NIABHOMY  HAay4yHOMY  COTPYJHHKY, 3aBeAyrome  Jaboparopuu
¢usnonornyeckor renetukn Ombre HMBaHoBHe ['palenbHBIX; C.H.C. JabopaTopuu
busmnonoro-ouoxumMudeckoi aganranuu, 1.0.H. Mapune Jluomumnoue IlepmskoBoii, a
TaKke JOIEHTY Kadelnpbl (U3UOIOTUU PACTEHUM, KICTOUYHOW OMOJOTUM W TEeHETUKU
UI'Y, x.6.H., Anacracuum BanepbeBHe TpeThsKOBOW 3a BHUMATEIbHOE MPOUYTEHUE

PYKOIIMCH, CACIIAHHBIC 3aMCYaHUs U ITOJIC3HBIC PCKOMCHAAINHU ITPH €€ ITOJATOTOBKE.
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1. OB30P JIMTEPATYPBI

1.1. MouJiekyJasipHbIe MEXaHU3MbI PACIIO3HABAHUA (PUTONATOIE€HOB U
MYTYAJUCTOB PACTEHUSIMH
B npupone pacTeHus IMOCTOSHHO aTaKylOTCS Pa3IMUYHBIMU BHAAMU OaKTEpUH,

B3aMMOJICUCTBUE C KOTOPHIMH MOJKET NMPUBOAUTH KaK K Pa3BUTHIO CMMOMO3a, TaK U
3a00yieBaHUIO0 y pacTeHuil. [Ipu 3TOM MUKpOOpPraHU3MBI COJEP)KAT KOHCEPBATHUBHBIC
cnenupuYecKne MOJEKYISIPHBIC CTPYKTYPBI, OTCYTCTBYIOIIME Yy pacTeHuil. Takue
CTPYKTYpPBHI MOJYYHIN Ha3BaHUE MUKPOOHBIX “marrepHoB” (i MAMP — microbial
associated molecular patterns) (Staal, Dixelius, 2007; Trda et al., 2015). B cBoro
ouepenb CTPYKTYpPBI, XapaKTEpHBIC TOJIBKO JJIs IMAaTOTCHOB, HA3BIBAIOTCS MATOTCH-
aCCOIIMMPOBAHHBIMU MOJIEKYJIApHbIMU TlaTTepHamu (uiu PAMP — pathogen-associated
molecular patterns) (Kadamnukosa, 2018; Nurnberger, Kemmerling, 2018). K MAMP u
PAMP wMoxHO oTHectn (uaremnnbl, (¢Gaktopel  yaauHeHuss Tu  (EF-Tu),
JUTIOTIONUCcCaXapu/Ibl, ientuaorankansl u p. (Boller, Felix, 2009).

JIist mX pacro3HaBaHUS PACTEHUS, KaK W JKHBOTHBIC, HCITOJNB3YIOT KOMILICKCHI
peuentopubix kuHa3 RLK (receptor-like kinases) Ha kierounoi moBepxHoctu. Kpome
TOTO, Y PACTEHUN CYIIECCTBYIOT M BHYTPHUKJIETOUHBIE PEIENTOPHI, UTPAIOIINE BAKHYIO
posib B puroummynurete (Illapukora, Omenuukuna, 2015). B cocta RLK Bxoaut
BHEKJICTOYHBIA JIOMEH, y4YaCTBYIOIIUNA B BOCHPHUSATHU JHTaHA, TPAHCMEMOpPaHHBIN
JIOMEH W BHYTPUKICTOYHBIH KWHA3HBIH JOMEH. Takke penentopsl MOTYT OBITh
MIPE/ACTABIICHBl  CIICUATM3UPOBAHHBIMU ~ O€IKaMH, KOTOPBbIE  HMMEIOT  TOJIBKO
BHEKJICTOUYHBIM CUTHANIBbHBIN IoMeH (Couto, Zipfel, 2016).

PacturensHble perenTopbl UMEIOT OJWH WM HECKOJIBKO IIEHTPOB CBSI3bIBAHUS
MOJIEKYJT U TPOSIBIISIIOT BBICOKOE CPOACTBO K CBOMM JMraHjgaMm. Pacro3naBaHue
MUKPOOHBIX MOJIEKYJT PACTECHUSIMU SIBJISIETCS JIMIIb YaCTUYHO KOHCEPBATUBHBIM;
HEKOTOpbIE Hecrnenupuieckue (GakTopsl BUPYJICHTHOCTH, HampuMep, (IiareuIiHEI,
UMEIOT PAa3JIMYHBIC AMUTOIBI, KOTOPHIE PACMO3HAIOTCA Pa3IMYHBIMHU DPEIENTOPaMHu.
Hanpumep, ¢maremnun flg22 u EF-Tu uMeroT HECKOIBKO MMMYHOTEHHBIX SIHUTOIOB,
BKJIFOYAsi KOHCEPBATUBHBIN 22-aMUHOKHUCIIOTHBIN 3muTot flg22, KoTophIlil pacio3HaeTCs

OONBITMHCTBOM HA3eMHBIX pACTEHUW Yepe3 JICUMIIMHOOOTAIEHHYIO PEIENTOPHYIO
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kuHa3zy FLS2 (Boller, Felix, 2009). Onnako macieHOBBIE U PUC MOTYT BOCIIPUHUMATh
dnaremmuabl FLS2-ne3aBucumbiv ciocobom (Fliegmann, Felix, 2016).

B Hactosimee Bpems pelenTophbl, HHTETPUPOBAHHBIE B IUIA3MATUYECKYIO
MeMOpaHy, IO CTPYKType U MEXaHNU3MYy (DYHKIIMOHUPOBAHUS JCISIT HA TPU THIA!

1 )penenTopbl, aKTUBHOCTh KOTOPBIX cBsizaHa ¢ G-Oenkamu (GPCR — G-protein

coupled receptors);

2)penienTopsbl, IPEACTABISAIONINE U3 €0 HOHHBIC KaHAJIbI,

3)peuenTtopel, paboTa KOTOPHIX CBA3aHAa C (EPMEHTATUBHONW AaKTUBHOCTBHIO

(Ansbeptc u np., 1994).

Penientopel  TpeThero - THMAa O ~ MOPUHIUMIIAM  B3aUMOJCHUCTBUSL  C
LIUATOIJIA3MAaTUYECKUMU  MUILIEHSIMU  TOAPA3ACISIOTCS HAa  CEpPUH-TPECOHHHOBBIC
MPOTEMHKUHA3bl U TUCTUAMHKUHA3bL. KaTamuThueckui y4acTOK JAHHBIX PELENTOpPOB
JIOKaJIM30BaH C IUTOIUIA3MATUYECKOW CTOPOHBI M AaKTHUBUPYETCS MOJ BIHSHUEM
BHEIIIHETO0 CHUTHaia. BMmecTe ¢ COOTBETCTBYIOMIUM (DAKTOPOM TPAHCKPUIIIIMK OHU
o0pa3ylOT TaK Ha3bIBAEMYIO0 JABYXKOMIIOHEHTHYI) CHUTHAJIIBHYIO CHCTEMY, 4YeM
HAlIOMUHAIOT aHaJoruyHbie cuctembl mpocredmmx ([Ixamees, 2015). CepuH-
TPEOHUHOBBIE MPOTEMHKUHA3bl HAWJEHbI HE TOJBKO B HApY>KHOW MeMOpaHe KJIETKU
pacTeHuil, HO M B KIJIETOYHOW cTeHKe. OHU (U3UYECKH CBSI3bIBAIOT BHEKJICTOUHBIN
MaTpPUKC M IUTOIUIa3My M OCYIIECTBIISIOT MEXIY HUMHU CUTHaJIbHbIC (QyHKIHH. B
HACTOSIIIUA MOMEHT CUHUTAETCS, YTO Y PACTEHHUM 3TO CaMblid PACIPOCTPAHEHHBIA KJIACC
pEeLEenTopoB.

VY rucTuaMHKUHA3, B CBOIO ouyepedb, (epMEHTATHUBHAS aKTUBHOCTh OTCYTCTBYET.
[To aTOMt mpUYMHE 3TOT BUJ PEIENTOPOB (YHKIIMOHUPYET TOJIKO MPHU CBSI3bIBAHUU C
[IUTOTIa3MATUYECKUMU (HEPELEITOPHBIMU) MPOTEUHTUPOIUHKNHA3AMU TIPU JIEUCTBUU
BHEIIHETO curHaia. HepenentopHble MPOTEMHTUPO3UHKHWHA3BI, B CBOI O4YEpellb, B
CBOOOJTHOM COCTOSIHUM HEAKTHUBHBI. B OCHOBHOM, 3TH pEIENTOPHI SBISIOTCS WIH
MOHOMepaMu, uit onuromepamu (Xomi, 2002).

[To nuTepaTypHbIM JaHHBIM, Y PACTEHMM TaKKe€ HMEIOTCS PEryJIsTOPHbBIC

peuenropHbie kuHa3bl (Halter et al., 2014; Le et al., 2014; Yeh et al., 2016).
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3aluTHBIE PeakiMy PacTEHU, BOZHUKAIOIIME B OTBET Ha Bo3zaeiicteue MAMP u
PAMP, sBasit0TCS NEPBBIM YPOBHEM BPOXKIECHHOTO HECTEHM(PUUECKOTO UMMYHUTETA U
nonyunnn HazBanue PTI (pattern-triggered immuniti). Pesynsratrom paboter PTI
SBIISIETCSL pa3BUTHE peakuuu cBepxdyBcTBUTENbHOCTH (CY-peakums) (Tsuda et al.,
2008). OnmHako B TMpoIEeCcCe€ HBOJIONMHM IMAaTOT€Hbl HAYYUIIUCh OOXOJUTh CHCTEMY
Hecnenupuueckoro MMMYHHUTETa Ha YPOBHE paclo3HaBaHUs MaTTEPH-PACIIO3HAIOIINX
penentopoB (PRRs - Pattern Recognition Receptors) u mpoHUKaTh B KJICTKH, Ha YTO
pacTeHus OTBETWIIM Pa3BUTHEM CIEHU(PUUIECKOTO UMMYHHOTO OTBETa, aKTUBUPYEMOIO
muraanamu (3¢ dexropamu) marorenos — ETI (effector-triggered immuniti) (Illadukosa,
OmenuukunHa, 2015). dyukuuonupoBanre ETI oOycioBieHO HUTOIIa3MAaTUYECKUMU
R-Genkamu  (resistant-ycTOWYuMBBIN), y3HaOmMUMHU  crenuduueckue dHPEKTopb
OTPEICICHHBIX TMAaTOreHOB. OTU OCJKU CYHIECTBYIOT y PAaCTeHUNM KOHCTUTYTHUBHO U
00JaIat0T PElEeNnTOPHBIMUA (YHKIUMAMHA 3a CYET BXOASIIMX B HMX COCTaB JICHITUH
oborameHHbix 1moBTopoB (LRR-leucine-rich repeats), cBsS3bIBAIOMIMXCS C SIUCUTOPOM
naroreHa. Takxe B coctaB R-0enkoB Bxomut curHaiapHas ob6inacte NBS (NB)
(nucleotide binding site), koTopasi cBszbiBaeTcs ¢ aneHo3uHTpudochatom (ATD) u
ryanosuHTpudocharom (I'TD), yTo NpuBOIUT K aKTUBALMH PepMEHTOB WiIH (G-OENIKOB.
JI1st IpUBSI3KM K BHYTPUKIIETOYHBIM KOMIIOHEHTaM R-0€lku MCIoJIb3yIOT 00JacTh Tak
Ha3bIBaeMOM «JIeHIIMHOBOM 3acTexkn» (XautoB, 2006; Baxpymesa, Hemocmacos,
2011).

NHaykiys 3aliuTHRIX OTBETOB MOCPEJCTBOM IUTOIUIA3MATUYECKUX PEIENTOPOB
NB-LRRs wmu R-0enkoB mnpoucxoauT B Tpu d3Tama. Ha mnepBoM »Tame Jurasm,
ahdexTop OakTepuanbHOro (PUTONATOreHa, MPOHUKIIUN B KJIETKY, CBA3bIBaeTcs ¢ NB-
LRRs. Ha Bropoit craguun NB-LRRs axktuBupyercs mnyTtem KoHdopMmanuu U
ces3biBaHueM AT® ¢ NB gomenom. Ha TpeTheil cTaguym akKTUBUPOBAHHBIN PELIENITOP
MOCTYNAET B SIAPO YEPE3 SIACPHBIC MOPHI 111 HHAYKIUU 3aIUTHBIX OTBETOB. DTO MOXKET
MPOUCXOUTh MyTEM WHTUOMPOBAHUSI HETATHUBHBIX PETYJIATOPOB 3alIUTHI, TAKHX Kak
TIP49a-Tpanckpunuuonnsiii kodaktop (Caplan et al., 2008).

Ecnmu GaktepuanbHbiii d5QdekTop MpOHUKAET HEMOCPEICTBEHHO B ITUTOILIA3MY

KJICTOK PACTCHUSA, TO €ro y3HaBaHUC MOXKET OCYHICCTBIIATLCA PA3JIUMYHBIMHU ITYTAMHU.
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Hanpuwmep, cymiecTByeT Tak Ha3zbiBaecMmas “‘ctropoxenas’ runotesa (“‘guard hypothesis”),
COTJIACHO KOTOPOW SIBJIAIOIIMECS MHILEHbK [ maroreHoB penentopsl NB-LRR
aCCOLIMMPOBAHHBI C OEJIIKOM-aJlaliTepOM, CBS3BIBAIOLIETO MUKPOOHBIE >PHEKTOphl U
JeNalonMX MX JOCTYNHBIMH JJId pacrno3HaBaHusi R-Oenkom. Takum oOpazoMm y
pacTeHuil mpoucxoauT 3amyck 3ddekTop-3anyckaemoro ummynutera ETI (effector
triggered immunity). Taxke pacno3zHaBaHue 3(PGeKTOpoB B KIETKE PACTEHUM MOXKET
OCYIIECTBIIATLCSA C TIOMOIIBIO  O€NIKa-TIOCPEAHUKA, KOTOPBINA SIBISIETCS CTPYKTYPHBIM
aHajoroM MmwuilneHu 3(ddexkTopa U KOHKYpUpYeT 3a cBs3biBaHue ¢ HUM (McDowell,
Woffenden, 2003; Rafiqi et al., 2009).

Tpertnii cnoco® pacno3HaBaHHsI NATOT€HOB HOCUT Ha3BaHME ‘“‘MOJENb IpUMaHKa™
(“bait-and-switch model”). B nannom cnydae addexTop cHavao CBSI3BIBAETCS CO
CHEIUaTbHBIM OCTIKOM, BBITIOJTHSIIOIITUM pOJIh TpuMaHku. [Ipu 3ToM HeoOXommuMa CBS3h
c AT®. [lanee aBupysieHTHBIHN (Avr) 6€JI0OK BbI3bIBACT KOH(OPMAIIMOHHBIE U3MEHEHHUSI B
unrepdeiice NB-LRR, uro mpuBoguT k nHMIMauK curHajga. OJTHOBPEMEHHO C ATUM
WU TIOCJI€ MPOUCXOAUT AUCcolMalusa JaHHoro komiiekca U NB-LRR uyepe3 Genok-
MPUMaHKy MOXKET CHOBA B3aMMOJICHCTBOBATH cO cliienytonuM s dexropom (Hann et al.,
2010).

BaxxHbIM TPUHIIMIIOM B CTAHOBJIEHWW TIpOlleCCa PACHO3HABAHUS CUTHAJIOB C
MOMOIIIBIO PACTUTENBHBIX PEIENTOP-KMHA3HBIX KOMILJIEKCOB SIBJSIETCS JTMHAMHYECKAs
accoIalnusi U akTUBAIUS PelenTopo-noAo0HbIX muToruiazMatndeckux kuHas (RLCKs
— receptor-like cytoplasmic kinases). M3BecTHO, 4TO IBOJIIOIMOHHO 3TH PEIEHTOPO-
noAoOHbIE IUTOIIa3MaTHYeCKue KuHa3bl cBsi3anbl ¢ RLK, omHako B oTiauuume ot
MOCJIETHUX, JIMIIEHbI TPaHCMEMOpaHHBIX U BHEKJIETOYHBIX JOMEHOB (Sreekanta et al.,
2015). PaznooOpazubie RLCKSs CBSI3pIBAIOT JIUTaHA-aKTUBUPOBAHHBIE PEILETITOPHbBIC
KOMITJIEKCHI C IEJbI0 TPAHCIYKIIMA CUTHAJIOB K TEHETHMYECKOMY armapaty kjiaeTkd. [1o
nanuaeiM E. Andrio ¢ xomteramu, RLCK npunnmaer ydyactue B Homymsiuu (Andrio et
al., 2013).

B pesynbTaTe paboThl BPOXKICHHOIO MMMyHUTETa Kak Ha ypoBHe PTI, Tak u Ha

ypoBrae ETI, y pactennii MOxXeT (OpMUPOBATHCS CUCTEMHAsS YCTOWYMBOCThH, KOTOpas
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oOecrneynBaeT JJIMTCIBHYIO 3alIuTy BCCrO pPACTCHUA OT PpPa3IMYHbIX II4ATOICHOB

(Kabamaukona, 2018; Jones, Dangl, 2006; Tsuda et al., 2008).

1.2. CurHajpHas ceTb pacTeHHil
Jis ¢hopMupoBaHMs 3alUTHBIX PEAaKUMM MpU OMOTHYECKOM M a0MOTUYECKOM

CTpeccax pacTeHUs BBIPAOOTAM PA3JTMYHBIE MEXAaHU3MBI, C IIOMOIINBID KOTOPHIX
MPOUCXOJNUT PACINO3HABAHUE, YCUJIEHUE U TPAHCAYKUUA BHEIIHUX CHUTHAIOB U
MOCJICyIOIIasl mepefavya B sAPO KICTKH, YTO TPUBOJUT K 3aMyCKy HEOOXOIMMBIX
nporeccoB (Tapuesckuii, 2001). Kpome Toro, pacteHusi CHOCOOHBI K MEKKJIECTOUHBIM
KOMMYHHUKAIIMSM, 4YTO TMO3BOJISIET MM IepefaBaTh HMH()OpMAIUI0O Ha 3HAYUTEIbHBIC
paccrosinusi (ILsteirun, 2007, 2008a; Felle, Zimmermann, 2007). Takum obOpaszom, y
pacTeHull mojpa3zymMeBaeTcs Haau4dnue 00beIMHEHHOW CUTHAIBHOM CETHU, COCTOAIIEH U3
OTJICJIbHBIX CHUCTEM, KOHTPOJMPYIOIIUX aKTUBHOCTh T€HETHYECKOrO ammapara KJICTKU
(TapueBckuii, 2001). OCHOBHBIMM KOMIIOHEHTAMH CUTHAJIBHBIX CHUCTEM SIBIISIOTCS
MOJIEKYJIbI, BBIMOJHSAIONIME POJIb BTOPUYHBIX MECCEH]IKEPOB IIPU Nepeaadye CUrHaa, a
Takke (EPMEHTHI, PETYJIUPYIOIINE UX KOHIICHTPAIMIO B KieTKe. K JOMOJHUTEIbHBIM
KOMITOHEHTaM CUTHAJIBHBIX CUCTEM TaKK€ MOKHO OTHECTH (G-O€JIKu, TPOTEUHKUHA3HI U
nporeuHdocdarassl.

G-0enKku SABISIOTCSA MOCPETHUKAMU MEXAY PElenTOpaMH KJIETOYHON MeMOpaHbI
1 3pdexkropupiMu 6enkamu (bosun, Jloarux, 2019; Jones, Assman, 2004). B coctaB G-
OEJIKOB PAa3IMYHBIX JKUBBIX OPraHU3MOB BXOJAT TPU CyOBeAMHMIIBI alb(da-, Oera-, U
ramma. [Ipu sTom, Oera-, u raMMa, B OCHOBHOM, paboTaroT kak Py-komruiekc (boBuH,
Honrux, 2019; Trusov et al., 2007; Wang et al., 2008).

Namma-cyObeqununa  B3auMojeicTByer (C-ywacTkoMm — peuentopa, a  f-
cyObenuHuIla OOBEAMHSET Y C HEAKTUBHOW 0-CYOBEIUHUIICH, KOTOpasi CBsi3aHA C
Mosekyioi ryanosunaudocdara (I'ID). Ilpu Bo3meicTBUM JUraHoM, BHEITHUN N-
KOHIICBOM Y4aCTOK TPaHCMEMOpPAHHOTO pelenTopa mojpepraercs KoHGOPMaIMOHHBIM
M3MEHEeHUsIM. Jlanee, CUTHal NepenaeTcss Ha CBSI3aHHBIA C HUM TIE€TEPOTPUMEPHBIN
komruieke G-0enkoB. 3aTeM, npoucxoauT oomeH I'JID, cBsI3aHHOTO ¢ A-CYOBETUHULIEH,
Ha uuromnasMmarndeckuit I'TO. B pesynbrare a-cyObequHUIa aKTUBUPYETCS, BBIXOIUT

N3 KOMIIIICKCa H BSaHMOﬂeﬁCTByeT C aI[eHHHaTL[HKJIaSOﬁ WJIN JpyrumM CTapTOBBIM
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dbepmeHTOM  KakoW-mmMb0  curHaibHOW  cucteMbl. Co  BpeMeHeM I'TO
nedochopmmpyercsi, B pe3ylbTare 4ero 0-CyObeIMHHIIA CTAHOBUTCS HEAKTHBHOM.
[IporcxoaUT BOCCTAHOBJICHUE HCXOJHOM CTPYKTYpbl HEAKTHBHOTO KOMILIEKca of}y,
CBSI3aHHOTO ¢  peuentopoMm. Takue  mpeoOpa3oBaHMs, COMPOBONKIAIOIINUECS
npeBpaieHueM 1uto3oisHoro I'TO B I'JID, obGecnieunBaloT Kak rnepenady curiHaia ot
peuenTopa K JitoOOMy cTapToBoMy (EpMEHTY, TaK M MpEpbIBAHUE Yepe3 HEKOTOPOe
BpeMsl CUTHaJIbHOW 1enu. JlaHHoe ycioBue HeoOxoammo amisi 3h(ekTHBHONW pabOThI
mo0oi curHanbHo cuctemsl (TapueBckuid, 2001).

JpyruMyu Ba)XKHBIMM KOMIIOHEHTAMH B CHTHAJIBHOM CETH PACTEHHUMN SABISIOTCS
NpOTEMHKUHA3bl U mporeuHdocdarasbl. ITIporenHkrHA3BI OCYIIECTBIISIIOT
MOCTTPAHCISAIMOHHYI0  MoJaudukanuio (HEepMEHTOB U JIPYrUX OCJIKOB IyTEM
dbochopunupoBaHus BXOMASIIMX B HUX COCTAB aMUHOKHUCIIOT. Y JYKapuOT BBISIBICHO
okono 1000 mpexacraBureneil NPOTEMHKHHA3, MHOTHE U3 KOTOPBIX BBISBIEHBI Yy
pactenuit (Xu et al., 2006; Lehti-Shiu, Shiu, 2012). [IpoTernHKHHA3bI COCTOST U3 TPEX
TOMEHOB. [lepBbIi, KaTalIUTHUYECKUM, SIBJISETCS KOHCEPBATUBHBIM JUISI PA3JIMYHBIX
ceMelcTB ATuX (pepMeHTOB. BTOpoii mMeeT MeHee KOHCEPBAaTUBHYIO CTPYKTYpy U
BBITIOJTHSET PEryJSITOpHYI0 (GyHKIUIO. OT €ro CTPYKTyphl 3aBUCUT CIOCOOHOCTH
MPOTEUHKUHA3 B3aUMOJICUCTBOBATh C KOHKPETHBIMU YacTsIMU 3(PHEKTOPOB, B KAYECTBE
KOTOPBIX MOTYT CIY>KUThb BTOPUYHBIE MECCEH]KEPhl CUTHAIBHBIX CUCTEM KIETOK. B
pe3yabTare MNPOUCXOAUT  PEryjsanus padoThl MNPOTEMHKWHA3 W MOIYJSIUS
VHTEHCUBHOCTU I[IE€PENAYM DIIMCUTOPHOTO MMITYJIbCa IO CUTHAJbHOW wLenu. Tperui
JIOMEH MPOTEMHKUHA3 OTBEYAET 3a paclo3HaBaHUE CyOCTpaTOB U SIBJIAETCS HauOosee
BapuabenbHbIM ([Jxamees, 2015; Kabdamnukosa, 2018).

[Ipu 3aBeprieHUM Mepeayd CUTHAJIA W BO3BpAICHUH OEJIKOB B HCXOIHOE
COCTOSIHUE BaXXHYIO POJIb UTPAOT MNpoTeuHdocdarasbl, OCYIIECTBISIONINE pPEAKIUU

nedochopumpoBanus (Ixamees, 2015; Kabamuukosa, 2018).

1.2.1. CurnanbHbIe CHCTEMbI PACTEHHU I
B kneTkax BceX KMBBIX OPraHU3MOB BOCIIPUSTHE, YCHJIICHHE W TPAHCIYKLHIO

Pa3IM4YHbIX CHUIHAJIOB M3 Oprncammeﬁ CpCabl 00eCIIeYnBalOT CUTHAJIBHBIE CUCTEMBEL.

HpI/I 9TOM KOMIIOHCHTBI OJHHMX CHUT'HAJIBbHBIX CHCTCM B pa3H0171 CTCIICHN MOTI'YT MCHSTBH
17



aKTUBHOCTb JIPYTHUX.

N3BecTHO, YTO B KJIETKAX pacTEHUH (PYHKIIMOHUPYIOT OJTHOBPEMEHHO HECKOJIBKO
CUTHAJIbHBIX cucTeM: MAP-kuHa3Has, nunokcureHasHas, pocdatugaTHasi, KaablueBas,
NO-cunTasnas, npotonnas, HAJI®H-okcuaazHas u aaeHuIaTIUKIa3Has.

B nacrosimiee Bpems MAP-kuHa3Has CUTHaNIbHAs CUCTEMa XOPOIIO M3y4YeHa Ha
KUBOTHBIX 00BekTax (Zhao et al., 2007). OCHOBHBIMHM KOMIIOHEHTaMU SIBJISIFOTCS
MUTOT€H-aKTUBUPYEMBIE POTEMHKHUHA3bI cepUH-TpeoHnHOBOro tuna (MAPK) u MAP-
KMHa3HbIN Kackaj. [locine pacmo3HaBaHus peLENTOPOM, CUTHAN mepenaercs Ha G-
oenku. Jlanee mpoucxonut aktuBanus KuHa3bl kWHa3el MAP-kunaze (MAPKKK),
3ateM — kuHa3bl MAP-kuna3zsl (MAPKK) u, nanee, MAP-kunazel (MAPK), koTopas, B
CBOIO O4YepeJlb, aKTUBUPYET (AKTOPhl TPAHCKPUIIIUU. Takxke M3BECTHA CIIOCOOHOCTh
MAP-KkMHa3HOW CHUTHAJIbHOW CHCTEMbI AKTHBUPOBATH JIMIMOKCUTEHA3HYIO MyTEM
dbochopunuposanusi ®JIA,. Kpome Toro nokazaHo, 4to oTJeiabHbie KOMIOHEHTH MAP-
KMHA3HOW CUTHAJILHOM CHUCTEMbl WHTHOUPYIOTCS aKTHUBHBIMH (OpMaMHu KUCIOpoa
(ADK) (Kpecnasckuii, 2012).

BropuunbiMu  MecceHKepaMH  JUTIOKCUTEHA3HOW  CUTHAJIBHOM  CHCTEMBI
SBJITFOTCS  OKCHUJIMIIMHBI, AaKTHBUPYIOIIAE DSKCIPECCHI0 TEHOB 3aIllMTHBIX PEaKIUn
(Mikami et al., 1998). OcHoBHBIMH (depMEHTAMU JAHHOW CHUCTEMBI SBISIOTCS
MeMOpaHo3Bs3aHHas (ochonunaza A, u aunokcurenasa (OzepenkoBckas u np., 2008;
Cowan, 2005). YcuieHne cUrHajaoOB B 3TOW CUTHAJIBHOW CHCTEME MPOUCXOIUT 32 CUET
HECKOJBKMX BHJIOB aBTOKATAUTUYECKUX mporeccoB (1ukioB) ([Ixamees, 2014;
[Toxotuso u ap., 2015).

[IpencraBisier wuHTEpec u3yueHHe QocaTuaaTHON CUTHAIHHOM CHCTEMBI,
cTapToBbIM (pepMeHTOM KoTOpoH sBisieTcs dochonunaza [ (Canonne et al., 2011). B
xoJ21e PYHKITMOHMPOBAHUS TaHHOW CUTHAIBHOUW CHCTEMBI MPOUCXOAUT BBICBOOOKICHUE
dochartuanoit kucnorel u3 (dochomunuaoB (TapueBckuii, 2001). U3BecTtHO, UTO
HaKoIJIeHue cBOOOmHOM  (ocdarumHOl  KUCIOTHI  BAMSET HA  aKTUBHOCTH
MeMOpaHCBs3aHHBIX KOMITIOHEHTOB JIPYTUX CHTHAJIBHBIX cucTeM. Takxke, pochaTuaHas
KHCIJIOTa CITIOCOOHA PEryJIupOBaTh YPOBEHb BHYTPHKJIETOUYHOTO Kanbius (TapueBCcKui,

2001; Schroeder et al., 2001). ¥V xuBOTHBIX QocdaTuaHas KHUCIOTAa AKTUBUPYET
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CYNEPOKCUJCUHTA3HbIN CUTHAIBHBIN KAaCcKaJ, OJJHAKO Yy PACTUTENbHBIX KIETOK TaKOIO
sBIieHUs1 oOHapyxeHo He Obu1o (Schroeder, 2001).

N3BecTHO, 4TO OJHOW W3 Hambojee paHHUX OTBETHBIX PEAKIMl Ha CTPECCHI
SBJISIETCA TIOBBIIICHUE YPOBHSI KaJbIlMs B IIUTO30J€ — BTOPUYHOTO MECCEH]KEpa
KanblueBor curHanbHOM cucteMbl (Zipfel, Oldroyd, 2017). CurnanbHas (QyHKIUS
OCHOBaHA Ha CIIOCOOHOCTH MOHOB KaJIbIUsl B3aUMOJCHCTBOBAThH ¢ O€JTKaMH, TEM CaMbIM
U3MEHSST WX TpaHchopMaIrMio |, clieqoBaTenbHO, cBoicTBa (Batistic, Kudla, 2012;
Kudla et al., 2018). M3BecTHO, 4TO KaJblIMii MOXKET MPOHUKATH UEpPE3 KaJbIIUCBBIC
KaHAJIbl PA3JIMYHBIX KJIETOYHBIX opraHeln (Zimmermann et al., 1999). HemanoBaxHbiM
SBJISIETCS ~ B3aUMOCBSI3b  KQJIBIIMEBOM CUTHAJIBHOM CHCTEMBI € IUKIMYECKUMHU
nykneorunamu (Swiezawska-Boniecka et al., 2021). Jexoauposanue curnama Ca’” B
KJIETKaX pacTeHU oO0ecleunBaloT KaJblMil CBs3biBatonMe Oenku. B dacTHOCTH,
MPOTEUHKUHA3bl M PETYJISATOPHBINA O€JOK KadbMOAYJIHMH, AKTUBUPYIOIIUNUCS TMPHU
CBSI3BIBAHMM deThipeX HoHOB Ca’'. [IpOTeMHKMHA3BI, B CBOIO OYEpE/b, AKTHBUPYIOTCS
3aBUCHUMO WM HE3aBUCUMO OT KaJlbMOAYJIWMHA. B KIeTkax MNpOTEeUHKHUHA3BI
dbochopunupyroT GakTopbl PEryisiiid TPAHCKPHUIIIMU, W3MEHSST SKCIPECCUI0 TEHOB
3aIUTHBIX O€NKOB. Takke BaKHBIMHU DJIEMEHTAMU KaJIbI[MEBOW CHUTHAJIBLHOW CHUCTEMBbI
ABJIIOTCS KanbliueBbie kaHaibl (Komymnaes, 2007a).

Takxe U3BECTHO O BAXKHOM PoNM MPOTOHOB H' B peryismum 3alMTHEIX peaKiuii
KJIETOK Ha jaeiicTBue rnucutopoB (Tapuesckuii, 2001; Geilfus, 2017).

BeseiBaer wuHTEpec W NO-CHHTa3HasT CUTHaJIbHAsg CHCTEMA, BTOPUYHBIM
MECCEHKEpOM KOTOpoM siBisieTca okcun aszora ([xamees, 2015). Drta momekyna
UTPaeT BAXKHYIO POJIb B 3aUIUTe pacTeHuil oT natoreHoB (Imutpues, 2003). Pactenus
CIIOCOOHBI TIOTJIOMIATh AaTMOC(EPHBII OKCHT a30Ta JIUCTHhSIMU, a TAKKE CAMOCTOSTEILHO
00pa3oBBIBATh €r0 B 3HAUMUTENBHBIX KojaudecTBax. Ilokazano, uro NO npuHuUMaet
y4acTUE€ B IMPOIECCAX pPOCTa, pa3BUTHSL U ycTOWMUMBOCTU pacTeHuil. Hakommenue NO
CIIOCOOCTBYET OTPAaHMYCHHUIO pPOCTa W PAa3BUTHA TMAaTOT€HA, OJHAKO HEW3BECTHO,
o0JlaiaeT M OKCHUJ a30Ta HEMOCPEACTBEHHBIM aHTUMUKPOOHBIM jeiicTBueM (Pande et
al., 2021).

Kpome TOro, neicrBue 3JIMCUTOPOB HA KIETKH NPUBOAUT K HHTEHCUBHOMY
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cuHTe3y akTuBHBIX (QopMm kuciaopoma (ADK). K umcnmy ADK otHOCSTCS
cBOOOTHOpAIMKATBbHBIE YacTHITRI (O;”, OH'), nepokcuanbie paaukansl (RO;), a Takxke
neiirpanbabie Monekysl (H,0,, '0,, O5) u Tak manee (Komymaes, 20076; Kpecnasckuii,
2012; Tkauyk u np., 2012; Illaposa, 2016). IIpouecc ycuneHHO# reHepanuu KieTKaMu
A®K mpu crpecceb Tak Ha3pIBa€MOTO «OKUCIUTEIBHOTO B3pbIBa»,  BIEPBbBIC
obHapyxunu B 1983 roxy (Doke et al., 1996) npu undumupoBanuu ¢GuTodTOpOI
kiyOHel kaprodens. [lo3ke «OKHCIUTENbHBIN B3pbIB» Y pacTeHH HaOM0ganu mnpu
BO3JICHCTBUM Pa3IMUHBIX OMOTHYECKUX U abuoTtmueckux crpeccopoB (Bindschedler et
al., 2001). OxgHoif U3 BaXHBIX (YHKIUN OKUCIUTEIHHOTO B3PbIBA MOKHO CUYHTAThH
NOSIBJIEHUE PEAKLUU CBEPXUYBCTBUTEIBHOCTH, KOTOpas MPUBOJUT K THOEIn
MHOUIIMPOBAHHON KJIETKU U (OPMHUPOBAHUIO BOKPYT HETO 30HBI U3 MEPTBBIX KIIETOK,
cojepkaiux aHTuMUKpooHsie coenuuenus (Kunstler et al., 2015; Qi et al., 2017).

HemanoBaxHnoit Takxke siBiserca ¢yHkuus ADK B kauecTBe CUTHAIBHBIX
MOJIEKYJI, YYaCTBYIOIIMX B aKTUBALMU 3alUTHBIX reHoB (Jmutpues, 2003; IlaThirum,
20080; Makcumos, 2017). Tak, AOK (HpyHKIHMOHUPYIOT KaK BTOPHUYHBIE MECCEH IKEPHI,
YYaCTBYIOIIME B MEpPENadye CTPECCOBOrO CHUTHaJla HAa T'€HETUYECKUHM amnmapaTr KIETKH
(Konymaes, Kaprmen, 2010; Gamaley, Klyubin, 1999). 1U3BecTHo, 4TO 1OJ JEliCTBUEM
A®DK npoucXoauT NEPEKUCHOE OKHUCIECHHUE JTUMUIO0B. [lanee, MpoayKThl MEPEKUCHOTO
OKHUCJICHHS JIMMHUIOB CIOCOOHBI BCTYINATh B PEAKIUIO C MEMOpaHHBIMH OEIKOBAMH
(JIykatkun, 2002; Tkauyk u ap., 2012). Ilpu 3TOM, BakHYIO POJb UTPaAOT PEIOKC-
yyBcTBUTENbHBIC Oenku (Komymnaes, 20070).

HAJI®H-okcupaza sBisgercs KiawuyeBbIM  3H3UMOM  HAJI®H-okcupazHoit
CUTHAJIbHOM CUCTEMBI. B KieTkax pacTeHui 3TOT (epMEHT NPOLYyLHPYET CYNEPOKCU -
pagukan O, myTtem nepeHoca 31ekTpoHoB ot HAJI®H k kucnopony. Hanee, O, npu
MOMOIIM CYNEPOKCUMIIMCMYTa3bl npeBpaitaercs B H,O, — momnekyiny, obnanaroniei,

MTOMHUMO 3aIIUTHON, CUTHAIbHOU (yHKImen (['sabko, Mmenko, 2010).

1.2.2. Ilepoxcua Bogopona (H,O;) — Bropuunbiii meccenpxep HAJIPH-
OKCH/IA3HOM CUTHAJILHOM CHCTEMBI
B Hactosimiee Bpemsi OOJBIION HMHTEpPEC BBI3BIBAET H3YUEHUE IMEPOKCHUA

BOJIOpO/Jia B posik cUrHasIbHOM Mouiekyiibl (Kpecnaskuii, 2012; [lIBapray u ap., 2014).
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[Tpomecc obpazoBanust H,O, B KjeTKke MOXKET MPOUCXOAUTH CIIOHTAHHO 33 CUET
nucmyTtannu O, mocpeacTtBoM akTuBHOCTH cynepokcupaucemyTtassl (CO/) (Mineera,
2010; Tkauyk u np., 2012; 3arockuna, Hazapenko, 2016). H,O, oTHOcHUTCS K MeHee
TOKCUYHBIM M Oojiee cTabmibHbIM U3 Bcex ADK, mpu 3TOM croCOOHBIM MPOHUKATH
yepe3 MeMOpaHbl U MPE010JIeBaTh 3HAUUTEIbHBIE PACCTOSIHUS cO cKopocThio oT 0.01 10
0.7 cm/mun (Vranova et al., 2002; Makino et al., 2004; Bienert et al.. 2007).

B kneTtkax pacTeHu MEPOKCU]T BOJOPOJA MOXKET CIOCOOCTBOBATh OTKPEIJICHUIO
OT KJETOYHOM CTeHKH psga ciabocBs3aHHbIX (epmenToB. Haubonee BaxHOM
CUTHAJIBLHOM POJIbIO MEPOKCHIA BOAOPOAA SIBJISIETCS €r0 CBOWCTBO OKAa3bIBaTh BIIMSIHUE
Ha CTPYKTYpPY H, CJIeIOBaTEIbHO, aKTUBHOCTH O€JIKOB, UCIOJIb3Ys B KAU€CTBE MUIIICHEN
cynbdrugpuibabie Tpynnbl (Spadaro et al., 2010), B ToM yucie BXOASIIMX B COCTaB
SH3UMOB JPYTHX CUTHAJIBbHBIX cucteMm. I[lokazano, uro H,0O, BbI3bIBa€T akTUBALHIO
aunokcureHasbl, gochomunaszer A, u C, a takke ryanwiaruukiasel (Boaun u ap.,
1998). Taxxe H,O, criocobeH akTuBHpPOBaTh OJHY U3 U30opM KHuHaA3bl - MAP-kuHa3b1
(Txauyxk, 2012; Kovtun et al., 2000). Bepostno, 6narogapst atoii criocooHoctu H,O,
UTpaeT BaXHYIO posib B pabore MAP-kuHa3HOW cHUCTEMBI, pUYEM OJHOBPEMEHHO C
aktuBanueit PR-6enkoB (pathogenesis-related proteins) (Tapuesckuii, 2001; Tkauyk,
2012). CymecTByeT MHEHHE, YTO MIEPBUIHBIM CEHCOPOM TIEPOKCHIA BOJIOPO/IA SIBISICTCS
JIBYXKOMIIOHEHTHAsl TUCTUAWH-KWHA3a, KOTOpas sBisieTcss aktuBaropom MAP-
KMHA3HOTO CUTHAJILHOTO Kackanaa (Scandalios, 2005).

Taxke H,O, MOXeT cinyXuTb B KauecTBe HHAYKTOpa skcnpeccun HAJ[DH-
okcunaszel (CamymiioB, 2006). BepositHo, uTOo naHHbIA criocoO aktuBanuu HAJIDOH-
OKCH/JIa3bl HEOOXOAUM B (DOPMHUPOBAHUM 3AIIUTHOTO OTBETA PACTEHUU MPHU 3aparKCHUU
NMaTOreHaMH, TMPU KOTOPOM HaOII0/IaeTCsad TMEPBUYHBIN BCIUIECK YPOBHS TEPOKCHIA
BOJIOpOJia 3a cueT paboThl, B TOM YHUCJE, BHEKJIECTOYHBIMU aMOIUIACTHHIMU
nepokcuaazamu (Mmeesa, 2010).

Baxxnyto ponp Takxke WrpaeT CIOCOOHOCTh TMEPOKCHAAa BOAOPOJA BIUSATH Ha

AKCTPECCHUIO 3aLTUTHBIX XJIOPOIUIACTHBIX U s/IepHbIX TeHOB mpu cTpecce (Foyer, Noctor,

2009).
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1.2.3. AieHWJIATHUKJIA3HAA CUTHAJILHASA CHCTEMA

1.2.3.1. O0masi xapakTepucTHKAa

CymiecTBOBaHUE aJ€HUIIATIIMKIA3HOM CUTHAIBHOW CHCTEMBI Y PAaCTEHUU JOJTr0oe
BpEMsl CTaBUJIOCh NOJ COMHEHHE. OAHAKO, NPUMEHEHHE METONOB CIIEKTPOCKOIINH,
SIMP, pagmoMMMyHHOIO aHajdu3a MoKa3alo npucyrctBue HAM®D B pacTUTENIBHBIX
KJIETKaX M, CIEJOBATENIbHO, aJCHWIATIMKIA3bl U (ochoandCcTepaspl, PETyIUPYIOMINX
ero koHreHTpaiuto (JlomoBarckas u np., 2007, 2010; Martinez-Atienza et al., 2007).

B cocraB aneHnnaTOMKIA3HOW CUTHAJIBHOM CHCTEMBI PACTEHMM, KaK M y BCEX
BBICHIMX JyKapuoT, BXoAiT peuentop, G-0emnok, anenunariukiaza (ALl wu
dbochoaurcrepasa (D).

Anennnariukiassl  (ATO-nupodocdarnuaza uuknusyromas KO 4.6.1.1)
Katanu3upyeT cieayrwomyto peakiuio: ATO — pnAMO® + 0D, (dbocdar
HEOPTraHUYECKHUI).

[Ipu »TOM, y pa3HbIX BHUJOB >KUBBIX OPraHU3MOB aJCHWIATIIMKIIa3a HMEET
3HauMTeNbHBIC pa3iauuus B perymsnuu (Defer et al., 2000; Sunahara, Taussig, 2002;
Halls, Cooper, 2017). Ha ocHOBaHMM CXOJCTBa aMHUHOKHUCIIOTHOTO CTPOCHUS
KAaTAIUTUYECKUX LIEHTPOB aJCHWJIATLIHMKIA3bl AT HA HECKOIbKO KiaccoB. ALl u3 E.
coli 13 COOTBETCTBYIOIIUX IPaMOTPHUIIATEIHHBIX MPOKApHUOTOB BoluH B Kiace [. Kmacc
IT oxBatbiBaeT «TokcuHOBBIE» All M3 Takux MaTOreHoB, Kak Pseudomonas aeruginosa,
Bordetella pertussis, Bacillus anthracis (Drum et al., 2002; Baker, Kelly, 2004).
Oykapuotnueckue All u ryaHunaTuukiassl oTtHecnu kK kiaccy III, HambOonee
OOLIUPHOMY, KyJa BXOIAT 4YJEHbl W3 OaKTepUAIbHOTO U >KMBOTHOTO IIAPCTB
(Kamenetsky et al., 2006). Knaccer IV, V u VI BbineneHsl cpaBHUTEIBLHO HEJABHO U
BKJIFOYAIOT OJMH WJIM HECKOJIbKO MpokapuoTuueckux wieHoB (Kamenetsky et al., 2006;
Halls, Cooper, 2017). K coxanenuto, All pacTeHuii moka HeCHCTEeMAaTH3WPOBAHBI.
O4eBHUIHO, 3TO CBSA3AHO C OTCYTCTBHEM OJIHO3HAYHBIX JAHHBIX O HYKJICOTHIHBIX
MOCJIE0BATEIBLHOCTAX KaTAIUTHUECKUX YUYaCTKOB 3TOTO PACTUTEIBLHOTO (pepMEHTA.

ITo cBoeit nokanuzanuu B kietke ALl kmacca III, xapaktepHble 1 BcCexX
OpraHU3MOB, BKJIIOUAs pacTEHUs, JEIATCS Ha ABE OOJIBIIIKME TPYIIIbI: TpaHCMEMOpaHHbBIC

dbopmbl pepmenTa, nmpeAcTaBistone coooi 0eTKOBbIE MOJIEKYJIbI, OJIUH WX 0oJiee pas
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MIPOHMU3BIBAIONME IIA3MATHYECKYyI0 MeMOpaHy, W pacTBOpUMBIC (IIUTO30JIHHBIC)
(Sunahara, Taussig, 2002; Baker, Kelly, 2004; Halls, Cooper, 2017).

TpancmemOpannbie anenunatiuukiaazbl (TAL) III kmacca OWOXUMHYECKH U
CTPYKTYPHO XOPOIIIO U3YYEHBI Y OaKTepuil, ®KUBOTHBIX U uenoBeka (puc. 1) (Sunahara,
Taussig, 2002; Baker, Kelly, 2004; Linder, 2006; Bassler et al., 2018). YcTtanosieHo,
yto TALl >kuMBOTHBIX UMeeT MosieKysipHyro Maccy 180-200 x/la (Ishikawa, Homcy,
1997) u comepXuT msTh AOMEHOB: N — TepMHUHAIBHBIN UTO30JbHBIN H0oMeH, T/[1 —
NOTPY>KEHHbIH B MeMOpaHy ruApodOOHBIA TOMEH, COCTOAIIMN U3 MIECTH O-CITUpPAJICH.
Jlanee nHaxoguTcs OoJbpmON mUTOIIa3Marndeckuii aomeH Cla, 3a KOTOpbIM
pacriojaraeTcsi BTOPOM TpaHCMEMOpaHHBIM crnupainbHbld gomeH T2, copepkaiuii
INIMKO3WIBHBIA ~ ocTaToK. Y  C-KOHIIA  aJCHWJIATIMKIA3bl HAXOAUTCS  BTOPOU
nuroriazmMatuyeckud jomeH C2a, roMoJorW4HbIM mepBomy. llurommazmarnueckue
nomenbl Cla u C2a 00pa3yloT OJIMH KaTaJUTHYECKUN TOMEH, B COCTaB KOTOPOTO
BXOJIUT y4acTOK cCBsi3bIBaHHS ¢ AT®D, a Takxke cailT CBA3BIBaHUS C (HOPCKOJIMHOM,
SIBJITFOIIICTOCS AaKTHBAaTOPOM JTaHHOW (OpMBI aJCHWIATIIMKIA3kl. Kpome Toro, B
KAaTaJIMTUYECKOM IIEHTPE HAXOJIUTCA 30HAa, B KOTOPOH MPOUCXOJUT CBSI3bIBAHUE
dbepmenta ¢ o-cyobenunuiedn  G-6enka: Gs  (ctumynupyromied) wm - Gi
(uarudupyromeii) (Dessauer, 1999).

Kak mokazanum TmoOMCKM B pa3lIWyHbIX 0a3ax JaHHBIX U JIMTEPATYPHBIX
UCTOYHHUKAX, CXOJICTBA pacTUTENbHBIX TAIL[ ¢ opTomoramu >KMBOTHBIX IIO

aMHUHOKHUCJIOTHBIM MOCIISIOBATEILHOCTIM He Obtn o0HapyskeHsbl (Gehring et al., 2010).
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Pucynok 1. Ctpykrypa TpaHcMeMOpaHHON aJI€HUIATIIMKIA3bI

(SIxoBneBa u mp., 2009).

TALl comepXuT msATh TOMEHOB: N — TepMUHAJIBHBIN IUTO30JbHBIN AoMeH, TJl1 — morpyKeHHbIN B
MeMOpaHy rupodoOHBINA JOMEH, COCTOSIINKI U3 MIeCTU a-crupanei. Jlanee pacmonaraetcst OOIbIION
muToruiazMatTiuaeckuii tomeH Cla, 3a KOTOpBIM cjenyeT BTOPOH TpaHCMEMOpaHHBIN CIHPaTbHBIN
nomeHn TJ/I2, uMeromuil TIUKO3WIBHBIA ocTatok. Y C-KOoHIA (QepMeHTa paclolokKeH BTOPOM
nuToruiazMaTuyeckuii 1omeH C2a, romosjoruyneii nepBoMy. llutomnasmatudyeckue nomensl Cla u
C2a 00pa3yloT OAMH KaTaIUTHYECKUW JIOMEH, B COCTaB KOTOPOTO BXOJUT YYaCTOK CBSI3bIBAaHHUS C
AT®, a Takke calT CBs3bIBaHHS C (DOPCKOIMHOM, SIBISIONIETOCS aKTUBATOPOM JaHHOW (hOpPMBI
azieHUIaTuKIa3bel. KpoMe Toro, B KaTaIMTHUECKOM IIEHTPE HaXOIUTCS 30HAa, B KOTOPOU MPOUCXOIUT
cBsi3bIBaHUE (epMeHTa ¢ a-cyOoreannuiein G-oenka.

IlepBblii CEpBE3HBIM IOWCK AMHHOKHCIOTHBIX nocienoBarenbHocTen  All
pactenuit in silico 6vin npeanpuasaT C. Gehring (2010). B nanpueiimem ObuIO
MOKAa3aHO, YTO Y PAaCTEHUU UMEIOTCS MYJIbTUMEpPHBIE OEJIKH, COAepkKallle HECKOJIbKO
JIOMEHOB, B TOM YHCJIC UMEIOIIUX CBoicTBa aneHunarinukiaz (Wong, Gehring, 2013;
Swiezawska et al., 2014; Al-Younis et al., 2015). Ilpuuem, aneHunaTIMKIA3HAS
aKTUBHOCTb ITUX OCJIKOB HEOJWHAKOBA U 3aBUCUT OT MPUCYTCTBUS B aKTUBHOM IIEHTPE
OTPHUIIATEIHHO3APSHKCHHBIX aMUHOKHUCIIOT, HEOOXOIUMBIX [IJISi CBSI3BIBAHHS KATHOHOB
Mg*/Mn*" (Ruzvidzo et al., 2019).

ITo nuTepaTypHBIM JaHHBIM, B apalOujorncuce KaHauaatHele All BkiIrouaroT aBa

oenka (At3g28223 u At4g39756) u toll-untepneiikunosiii perentop (TIR) NBS-LRR
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(Nucleotide binding site- leucine-rich repeats) (At3g04220), ygacTByromue B 3aUTHBIX
peakuusix pactenuii (Wong, Gehring, 2013).

B cBs3u ¢ atuMm cienyer 3ametuTh, uTo ALl 13 kykypy3sl (Moutinho et al., 2001)
cTpykTypHOo cxoxa ¢ pactutenbHbIMH TIR-NBS-LRR (Toll/interleukin-1 receptor
nucleotide-binding site leucine-rich repeat) OenkamMu YCTOWYHMBOCTH K OOJI€3HHU.
Hanpumep, ADB66335.1, Populus trichocarpa, 4e-76 nu At3g04220, koTOpble Takxke
conmepkat P-metiro, xapakrepHyto s Hykiaeotuanukias (Leipe et al., 2004). ITouck B
nporpamme BLAST nans OuGnuoreku OENKOBBIX CEMEHCTB U CYNEPCEeMEHCTB,
WHJICKCUPOBAHHBIX MO (YHKIMSIM, YKa3bIBaeT Ha MPUCYTCTBHE B apaduporcuce 83
MO3UIMHI ¢ OHTOJIoTaMu reHoB Al cienyromux kareropuii OMOI0THYECKUX MPOIECCOB:
MPOIIECCHl UMMYHHOM CHUCTEMBbI, PELENTOPhl KJIETOYHON MOBEPXHOCTH, CBSI3aHHBIE C
nepefaveldl CHUrHajga, BHYTPUKIETOUYHBIA CHTHAJbHBIM KacKaJ, MeTabOoIM4YecKue
MPOIIECCHl HYKJICOTHIOB U HYKJIEMHOBBIX KHCIIOT U CUTHaJIbHAas TpaHcaykuus (Wong,
Gehring, 2013). Takum o6pa3om, npemnoxeHubiii C. Gehring meton in silico
OYEpPUYMBAET JOBOJIBHO IIMPOKUN KPYT IPETEHAEHTOB Ha posb ALl, HO HE AaeT TOYHOrO
npeacTaBieHuss 00 WX HYKJICOTHJIHBIX TMOCIENOBaTEIbHOCTIX. Jlpyrue aBTOpPHI
(Ruzvidzo et al., 2013), ucnonb3yst coctosiuii u3 14 aMUHOKHUCIOTHBIX OCTAaTKOB
MOTHUB apadunorncuca (At3g21465), nonydeHnsiii B 6aze ganubix BLAST, Bbiaenunu
All-mogoOHebIil Genok, cnernuduyecku cpsizbiBaromuiicss ¢ AT® u karanuzupyronui
ero mnpeBpaieHue B TAM®. B xogne sxcniepumenToB At3g21465 Obul SKCIIpeccUpoBaH
B Kietku Escherihia coli, B KOTOPBIX 3TOT OEJIOK TPOSBISUI aJACHWIATIUKIA3HYIO
aKTUBHOCTh. Kak yTBEp)KIalOT aBTOPHI, ATOT (EPMEHT Takke (PYHKIIMOHHPYET B
MUTOXOHJPHSIX, T/I€ YI4aCTBYET B MPOBEACHUN CUTHAIOB IPHU BOSHUKHOBEHUU CTPECCOB.
HenaBHo xmoporutactax apabaorncuca ObUT HaliJIeH erle OJMH KOMIUIEKCHBIN 0emok, 9-
nuc-snokcukapotuHoua-quokcureaza (NCED3 u  At3gl4440), otBeuaronuii 3a
cunte3 ABK u conmepkammuii y9acTok ¢ aJeHUIATIIMKIA3HON akTUBHOCTHIO (Al-Younis
et al., 2021).

B. Swiezawska ¢ xomneramu (2014) ynanoch KJIOHMPOBATh U 0XapaKTEpPU30BAThH
HOBBIN T€H aJleHUNaTIuKIa3bl U3 Hippeastrum hybridum, na3Banusii HpACI. 3TOT rexn

Kogupyer Oenok, coctosimmii u3 206 aMUHOKHCIIOT C PAacCUYUTAHHON MOJEKYJISIPHON
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Maccoir 23kJ[ u uU303NIEKTpUUEeCKOW Toukou, paBHoM 5.07. Ilpenckazannas
AMUHOKHCIIOTHAs TOCJIEIOBATEIbHOCTh COJACPKUT BCE TUIMYHBIC MPHU3HAKA U UMEET
BBICOKYIO MJCHTHYHOCTh C IMpeArnojaraeMbiMu pacTuTenbHbiMU ALl OunineHHbIN
pexomOunanTHbii  O6emok HpAC1 cmocoben xkouBeptupoBath AT® B nAMO.
KoMriieMeHTallMoHHbI TEeCT, MCHOJB30BaHHBIA JuIsi aHanm3a crnocodnoctu HpAC]
koMrieHcupoBath Aeduuut ALl B Escherichia coli, mramm SP850, mokazain, uro HpAC1
GyHIMOHUPYET Kak aJeHWIaTIHKIa3a U npoayiupyer tAM®. Kpome Toro, aBTOpbI
nokasayu, 4yto ypoeHb TpaHckpunta HpACI1 u konuentpanus tAM® uzmeHsuch B
ycnoBusix crpecca (Swiezawska et al., 2014). Ilo-sunumomy, ALl B Hippeastrum
SBJISIETCSA IIUTO30JbHBIM OEJIKOM, MOCKOJIbKY in Silico aHaIu3 aJirOpuTMa C MOMOIIBIO
nporpammbl SOSUI He nmokazan NpUCyTCTBUE TpaHCMEMOPaHHOM MOCIIE0BAaTEIbHOCTH
BHyTpu HpACI1. Takoil BbIBOA ObLI MOJATBEPKAEH OMOXMMHUYECKH, KOTJAa aKTUBATOP
TpancMeMmOpanHoit All, ¢ropun HaTpus, He oOKazajn BIMSHMS Ha O0OCYXIaeMbIil
¢epment. Onnako HpAC1 umeer romMosjoruio ¢ aHaJIOTMYHBIMU O€lKaMHU M3 MXa
(Physcomitrella patens) wm Bogopocnet (Chlorella variabilis, Volvox carteri,
Chlamidomonas reinhardtii u Coccomyxa subellipsoidea), a Takxxe ¢ MHorumu All u3
IPAMIOJOKUTENbHBIX ~ OakTepuil  (CTPENTOKOKKH, OalWIUIIOC, SHTEPOKOKKH U
cTa@miIokokku). LleHHOCTh OOJBIIMHCTBA NPEJCTABICHHBIX BBIIIE JHUTEPATYPHBIX
JTAaHHBIX 3aKIJIF0YAETCs HE TOJIBKO B orpesiesieHUH HEKUX
AMUHOKHCIIOTHBIX/HYKJICOTUTHBIX TIOCIEA0BATEIBHOCTAX akTUBHOTO 1eHTpa All, HO u
B OKCIEPUMEHTAJbHOM TMOATBEPKACHUU (YHKIMOHAIBHON AaKTUBHOCTU TaKHUX
peKoMOMHAHTHBIX MoJieKysl. Kpome Toro, Takol moaxoj mokasall, 4To 3TOT (epMeHT,
CKopee Bcero, (yHKIMOHUPYET B COCTaBE€ MYJIbTUOENIKOBBIX KOMIUIEKCOB. OO0 3TOM
CBUJETEILCTBYIO JIaHHBIE, MOJyuyeHHbIe psiioM aBTopoB. I. Al-Younis ¢ komneramu
(2015) ynamock BeIsBHTE B K' - 3aBmcumoii mepmease 7 (AtKUP7) N-koHiesoii
nuto3oibHbi  oMeH AtKUP71-100 ¢ aktuBHocThio All. BcerpauBanuwe maHHOM
NOCNIEIOBATEbHOCTH B MYTaHT  Escherichia coli, pepuuutHoro mno cyad
(ameHmNaTIMKIIa3a), BOCCTAHABIMBAIO (PEPMEHTAIIMIO JIAKTO3bI, UTO HEBO3MOXHO 0O€3
COOTBETCTBYIOIIETO ypOBHsS BHyTpukieTouHoro NAM® (Al-Younis_et al., 2015).

Becbma HHTCPCCHBIM IIPCACTABIACTCA COO6H_ICHI/IC O TOM, 4YTO B DJOHIOHIOUTO3HBIX
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My3bIpbKaX B COCTaBE KIATPUHOBOTO OCJIKOBOTO KOMIUIEKCA OBUIM  BBISBICHBI
HYKJICOTUHBIE TOCIEI0BATEIbHOCTH, COOTBETCTBYIOIINE KATaTUTUYECKOMY IEHTPY
All: AT1G68110 u AtCIAP. Ilomararot, uto TAM®D HE0OXOaUM B MEpEeMEIICHUN U
W30JISIIIUM  TIATOTCHHBIX 3(PQPEKTOPOB B IHAOIIA3MATHYECKYIO CETh M BaKyOJb
pactutenbHbix kieTok (Chatukuta et al., 2018). Taxxe HemaBHO y KyKypy3bl ObLIH
ompenesieHbl MUTOXOHJpHuanbHb Oenok ZmRPP13-LK3 wu npukperieHHbIH K
ia3Matndeckoir Mmemopane ZmPSiP, oGmanaromue ageHnIaTIMKIA3HOH aKTUBHOCTBIO
u jnonoiaHuTensHol GyHkuueit PR-6enko (pathogen resistens protein). [Tokazana posb
atux ALl B MHAyOMpOBaHHOW aOCIM30BOM KHUCIOTON TEPMOYCTOMYMBOCTH PACTEHUI
nyteM ycunenus skcnpeccun BTII (Yang et al., 2021).

[TockoJibKy HcCIlIeIOBaHMsI CBOMCTB M CTPYKTYpbl ALl y pacTeHuil 3Ha4YUTEIHLHO
OTCTAIOT MO BpeMEeHU U 3((PEKTUBHOCTU OT TAKOBBIX Yy JKUBOTHBIX, JaHHbIE 00 ATHUX
dbepMeHTax A0JTO€ BpEeMs HUMEIU CKYAHBIA M MpOTUBOpeUMBHIM xapaktep (Bhalta,
Chopra,1984; Carricarte et al., 1988). Ilpu 3TOM, HeocmopumbiM cxojcTBoM Al
KUBOTHBIX M PacTEHUH siBisieTcss uX cyOcTpaTHas cnenupuyHocth — AT® n meTtamsl-
kodaxtoper (Mn®", Mg®") (Lusini etal., 1990), a Taxxke axtuBatopsi (NaF, Ca™")
(Lomovatskaya et al., 2007a, 6, 2011). Ha stom ¢QoHe mnpeacTtaBisitoTCs BeEChMa
WHTEPECHBIMU OMYOJIMKOBAHHBIE CBEICHUS O HETUIIMYHOM aJeHUJIATIIMKIA3E U3 MXa
neyeHouHuka Marchantia polymorpha. 10T QepMeHT umMeeT ctaHaapTHbd C-I0MEH,
xapaktepubli st III kmacca All, u N-koHIIEBOM JOMEH, MpEACTaBISIONUN COOOM
dbochomurcrepasy (Kasahara et al., 2016). ToT pekOMOMHAHTHBIN OEIOK KOJIUPYETCS
reHoM MpCAPE (COMBINED AC with PDE), naubonee BbicOKas €ro akTUBHOCTh
OblIa HalifleHa B OpraHax pa3MHOXEHHSI 3TOr0 PacTEHUsS — aHTepuaAnyMax. ABTOPBI
MOJIaraloT, YTO ITOT OEJIOK HEOOXOIUM JUIsl PETYJISINN PENPOAYKTUBHOTO Tpoliecca B
pacTeHusix ¢ Mmy>kckumu rametoduramu. Henasno, opronoru CAPE 6buin 00HApYKEHBI
y JpyruX BHUJOB PACTECHUH, Pa3MHOKAIOIIMXCSI C TOMOIIbIO  MOJBUKHBIX
cnepmato3ousioB (Yamamoto et al., 2021). Eme ogauM CBOMCTBOM, yKa3bIBAIOIUM Ha
CXOJICTBO MEXaHU3MOB perysanuu TALl KUBOTHBIX U PACTCHHM, SBISCTCS MOYJISIIUS
WX aKTUBHOCTH C TIOMOIIBI0 cooTBeTCTBYIOMMX G-0enkoB (Lomovatskaya et al., 2011).

K nHacrosiieMy ere He yCTaHOBJIEH M30()epPMEHTHBIM COCTaB aJ€HUJIATIIMKIIA3.
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[Tpu 3TOM CyIIECTBYIOT KOCBEHHBIE 1I0KA3aTEIbCTBA MPUCYTCTBUS Y PacTeHUN n30(hopM
TALl. Hanpumep m3BectHo, uto Mn”, Mg*’, Ca>" criocoGHBI BBI3BIBATH Pa3lINUHBIN, B
TOM 4HCIIe TPOTUBONONOKHBIA 3dext Ha aktuBHOCTh TALl (Carricarte et al., 1988;
Lusini et al., 1990; Pietrowska-Borek et al., 2014).

[To nuTepaTypHbIM naHHBIM, onTuMyM pH s TALL pactenuii mumeer OOIBIION
pasopoc. Tak, BeisiBiaeHa popma TALL ¢ ontumymoMm aktuBHOCTH Tipu pH 4.8-5.2, Takke
noka3zaHa u3opopMa C ONTUMYMOM aKTUBHOCTH B mieno4yHod oGmactu (pH 8.8).
[Ipuuem QopckonuH U QTOopua HaTpus, Kak W B OTHOUEHUU TAILl >XUBOTHBIX,
aktuBupoBanu 3ToT pepment (Lusini et al.,1990; Lomovatskaya et al., 2006; Tezuka et
al., 2007).

[Ipo «pacTBOpUMYI0» aJe€HMIATLMKIIA3Y PAaCTEeHUN OOHapyXHMBaeTcs elle Oosee
npotuBopeurBas HHPopMauus. Hampumep, ObUla 4YacTUYHO H3y4YeHa (pakuus
«pactBopumoit» All u3 xopueii mouepusl (Medicago sativa) (Carricarte et al., 1988).
Kak okaszanoce, wusmepeHHas B npucyrctBun MnATP B kayectBe cyOcTpaTa
aJICHUNIATIMKIIA3HAs aKTHBHOCTb, CTUMYJIHpOBanach HoHaMu Ca’’ ¥ KanbMOIy/THHOM. B
TO BpeMs Kak ryaHo3ud 5’°-[By-umuno]rpudocdar, I'TO, ¢Topua HaTpus, XOJIEpHBIN
TOKCHH U (DOPCKOJIMH, SIBJISIOIIHUECS MOAYISTOPAMHU )KMBOTHOM TpaHcMeMOpaHHOU AL,
HE AaKTUBUPOBAJIM JAHHBIM SH3UM. ABTOpPHI BBISIBIIM HEKOTOPBIE MOJIEKYJISIPHbIE
XapaKTEePUCTUKHU UCCIIeNyeMOoro (pepMeHTa: CTOKCOBCKuM paanyc 4,4 HM, ko3P huimeHT
cequMeHTauu 4.1S. CyiiecTByeT albTEpHATUBHAS TOYKA 3PEHUS, COTJIACHO KOTOPOH Y
apabugoriciuca W BeposATHO, y pacteHuit Boodme pAll orcyrctByer (Roelofs, Van
Haastert, 2002). BeposiTHO, M0J00HO€ MHEHHE CIIOKHIJIOCH O MPUYHMHE TOTO, YTO Y
pacTeHnid TeHBI aICHUIATIIMKIIA36I MOTYT OBITh CKPBITHI CPEJId TEHOB JAPYTUX OEIKOB, B
4acTHOCTU, R-reHOB, KOTOpHIX Yy apabumoncuca HacuutbiBaercsa 200-300, a y puca —
okosio 1500. Ha ocHOBaHMM 4YacCTUYHOTO CUKBEHCAa O€JliKa, MOJYYEHHOI'O W3 MbUIbLIBI
Agapanthus umbellatus w Tpu €ro CpaBHEHUH C  TIOJYYCHHBIMH JaHHBIMU W3
oubnunorexku npo kJIHK Kykypy3sl 3akitouniy, 4TO HaldWuue JEHIIMH-00OTralieHHOM!
MOCJIeA0BATEILHOCTH OeIKa U3 MbUIbILI U P-nietiin asis cBsizu ¢ AT® MoryT 3ToT 6€510K
K pALl (Moutinho et al., 2001).

ITockonbky ALl pacteHuil SBISE€TCS 4YacThbIO CUTHAJIBHOM CHCTEMBI, TO €€
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aKTUBHOCTH 3aBHCHUT OT Pa3lU4HbIX (PaKTOpOB Okpyxaromen cpeasl (Pietrowska-Borek
et al., 2014; Gehring, Turek, 2017). Iloka3zano, uro Huskas temmeparypa (Thomas et al.,
2013), ceer (Thomas et al., 2013) , sx3orennsie ¢uroropmonsl (Di et al., 2015), a
METabOIUThI TPUOOB W OaKTEpUil OKa3bIBAIOT BEChMa CYIECTBEHHOE BIIMSHHUE Ha
u3MeHeHue ypoBHs sHjoreHHoro HAM® (Cooke et al., 1994; Jiang et al., 2005), uro
SBJISIETCSI KOCBEHHBIM JI0Ka3aTEIbCTBOM MOJYJISIIIUHU aICHUIATIIMKIIa3HOM aKTUBHOCTH.

Nmeetcst psim dKCIIEPUMEHTAIBHBIX CTaTed, CBUCTEIBCTBYIOMIUX O TOM, YTO
pactutenbHas All axkTuBHpyeTcs T1OJ BO3ACHCTBHEM pa3IMUHbIX 3(HPEKTOPOB
naTOreHHbIX OakTepuid u TpubOoB. Tak mokazaHo, 4To akTHBHOCTH All u3 KiIeTok
Nicotiana benthamiana noBbIlIaNIach pU UHPUUIUPOBAHUUN Pseudomonas syringae pv.
tabaci, 4TO CYIIECTBEHHO YMEHBIIAIO KOJMYECTBO CUMIITOMOB MPOrPaMMHPYEMOM
kierounoit cMeptu (Ito et al., 2014). Unokynsiiius Phoma narcissi Tkanet Hippeastrum
X hybridum mnpuBOAMJIa HE TOJBKO K TMOBBIIICHUIO KOHIEHTpauuu HAM®D, HO u
YBEIMYECHHUIO TpaHckpuniuonHoro ypoBHs PHK AIl. ABropsl mojaratoT, 4To 3TO
ABJSICTCS OJHOM W3 3aAlUTHBIX PEAKIMNA PACTEHUHA HA HAPYLICHUS LEJIOCTHOCTH
cumiuiacta u amnoruiacta (Swiezawska et al., 2014). Ilog Bo3aeiictBuem PAMP
Pseudomonas syringae B nuctbsix Arabidopsis mnoBwimancs ypoBeHb HTAM®, uro
CIIOCOOCTBOBAJIO Pa3BUTHIO 3amUTHBIX peaknuit (Ma et al.,, 2013). Ananoruunbie
pe3yNnbTaThl OBUIM TONYYEHBI MPU W3y4deHUU AeicTBusa snucutopa u3 Colletotrichum
lindemuthianum Ha CYCHEH3UOHHYI KYJbTYpYy KJIETOK (paHIy3ckux ©0000B
(Bindschedler et al., 2001). B pa6ote Jiang c¢ xomreramu (2005) mokazaHo, 4TO
YBEIMYCHHUE YPOBHS CHUHTE3a CAIMIIMIIOBON KHUCIIOTHI SBIISCTCS CJICACTBHEM YCHUIICHHS
aktuBHOCTH All B pacTeHusx apabuporicuca npu uHpuuupoBanuu Verticilliu, 4to
MO>KET NMPUBOJUTH K YCUIICHUIO 3alTUTHBIX peakiuii pactenuit (Jiang et al., 2005).

[ToMuMO HETOCPEACTBEHHON MOIYJISIIMHA C TIOMOIIBI0 PEIIENTOPOB, CBA3AHHBIX C
G-6enkamu, aktuBHOCTH All pacrenmii, Tak xe kak u Al >xuBoTHBIX (Sunahara,
Taussig, 2002), MOKeT MEHSThCS MO BO3/IeCTBIEM MOHOB Kaiblius (DunvHoBa u ap.,
2018; Ruzvidzo et al., 2013; Chatukuta et al., 2018).

®epmerToM, mepeBogAUM TAM®D B HEAKTUBHYIO HEIUKIUYECKYIO (GopMy

AMO®, gsnsercs pochoaurcrepaza (O3 tAMD, KO 3.1.4.17). Pacturensnas O/
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MMEET 3HAYUTEIbHBIE OTJIWYUS OT AHAJOTMYHOTO JH3MMA JKUBOTHBIX U
MuKpoopranu3moB (BreickpeOenueBa, 1981). Bo-nepbix, mis DD pacrenuit
XapakTepeH uHoM ontumMyM pH, BO-BTOpBIX, B pe3ynbTare paboThl 3TOro (GepmMeHTa
oOpa3yeTcst APyTroi COCTaB MPOAYKTOB peakmuu: cMech S'- u 3'-AM® B COOTHOIICHUHT
1:5, 1:2, 1:7 wim paxe 1:50 (SABopckas, 1990). Kpome Ttoro, pacturensusie O3,
nomMumo 3',5'-mAM®, Takke crnocoOHBI pasnarath 2',3'-IUKINYECKUE HYKICOTHIBI,

TaKUM 00pa3oM npuHUMas yyactue B aerpaganuu PHK.

1.2.3.2. ukan4veckuii axeHo3nHMoHOpochaT (HAMD) - BTOPUUYHBIH MeCCEHIKEP
AJeHWJIATHHUKJIA3HOM CUTHAJLHOM CUCTEMBI

Konnentpanus nAM® B KieTKax pacTEHUW HMMEET MIUPOKHI AWANa3oH OT
HUBKHUX (PEMTOMOJISIPHBIX /IO AECATKOB MUKPOMOJIEH, B 3aBUCUMOCTH OT BUJA PAaCTEHUS,
a TaKke OT oT Mopdoioruu, (ha3bl pocTa KIETOK, U3MEHEHUS peKUMa MUTaHUS U T. 1.
Kpome Toro, paznuuusi B KOHIICHTPAIMU 3TOW MOJIEKYJIBI 3aBUCIT OT METOJIa U crioco0a
OUYUCTKU MNpenaparoB (SBopckas u np., 1984; 1990; Sharaf, Rooney, 1982; Cooke et al.,
1994). Tlokazano wusMeHeHuss ypoBHSI HAM® B KaurycHOM TkaHu Tabaka W
nojacosiHeunuka (Sharaf, Roney, 1982).

N3 nutepaTypHBIX JaHHBIX U3BECTHO, YTO OJAHOKJIETOYHBIE U MHOTOKJIETOUYHBIEX
OpraHu3Mbl CIOCOOHBI PEryIupoBaTh coaepkanne NAM® myTrem ero BbIJICICHUS B
okpyxaromryto cpeny (OpnoB, MakcumoBa, 1999). HecmoTtpss Ha TO, H4TO
(bU3MONOTUYECKOe 3HAYCHUE JAaHHOTO SBJICHUS HEWU3BECTHA, MPEJIOJIaraeTcs, 4TO
HAM® urpaet BaxHyI0 pojib B MEXKJIETOUHBIX B3auMoieicTBusx (JlomoBatckas u Jp.,
2004; Fehr et al., 1990).

B mHactosiiiee Bpemsi BBI3BIBACT WHTEPEC H3YyYECHHE (DU3UOJIOTHUUECKOU POJH
HAM® y pactenuid. YcrtaHoBieHO, 4T0O HTAM® y4acTByeT B PEryJisillMM Pa3jIMYHbIX
MPOIIECCOB B PACTUTENBHBIX KIETKAaX, HalpuMep, MOJUpHUOOCOM, CHHTE3a psla
HH3UMOB, (PUTOTOPMOHOB, HYKJIEHWHOBBIX KHCJIOT, TEPHEHOUAOB, OeTallMaHMHOBBIX
nurmeHToB (Mrymenos, Otunrod, 1980). Breisiena poas tAM® B mporecce pocra u
peopueHTanuu meUIbIleBoil TpyOoku (Moutinho et al., 2001). B 1998 rony D. Volotovski
C coaBTOpamMu 3a(UKCHPOBAIM TOBBIIICHWE YPOBHS IIUTO30JLHOTO KajblUs B

npoToriactax Tabaka, 3aBucumoe OoT HAM®D m ul'M® (Volotovski et al., 1998).
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bnarogapss cmocoOHOCTH BIMATP Ha KOHIEHTPALMIO CBOOOJHOTO IIUTO30JHHOTO
Kkanbiusg, TAM® perynupyeT Takue MPOIECCHl, KaK, HapUMEp, 3aKPbITUE YCTHUI[ U
paszOyxanue npororuiactoB (Curvetto et al., 1994). Takxe tAM® ¢ nomombio TAMD-
3aBHCHMBIX MPOTEMHKWHA3 PETYIUpYyeT BBIXOJ Kamus B kieTkax (acomu (Li et al.,
1994).

Ocraetcst akTyalbHBIM U3ydeHUe posid HTAM® B 3alIUTHBIX PEAKIUAX PACTEHUN
npu Oumotmyeckom ctpecce. Cama mo cebe Mosekynma MAM®D OGakTepunUIHBIMHU
CBOMCTBaMHU HE 00JaJaeT, OJHAKO CIOCOOHAa OKa3bIBaTh BIIUSHHE HA AKTHUBHOCTD
3alIUTHBIX MEXaHW3MOB IPU KOHTAaKTE pacTeHus ¢ maroreHoMm. Hampumep, 3a cuer
CIIOCOOHOCTH  PETyIupOBaTh pabOTy KambIMEBHIX KAHAJIOB, 3aBUCHMBIX  OT
LUKIMYECKUX HYKIeoTunoB (Swiezawska-Boniecka et al., 2021), TeM caMbIM BbI3bIBAs
«KaJIBLINEBYIO BOJIHY», MEPEAAIONIYI0 COOTBETCBYIOIME CUTHANBI B Aapo KieTku (Bose
et al.,, 2011). Taxxke mpOXyIUPYEMBIN TOJ BIUSHHEM 3JMCUTOPOB HAM®D crocobeH
aKTUBHPOBATH MPOTEUHKUHA3BI, KOTOPHIE, B CBOIO ouepeb, PocHopuinpyroT 1eaeBble
OeJIKK — peryysTopbl skcnpeccuu R-renoB ycroituuBoctu (Volotovski, 1998).

W3BecTHO, 4TO IpU OMOTUYECKOM CTPECCE y pacTeHUI HaOJI0JAaeTCs OBBIIIIEHUE
ypoBHA TAM®, 4TO TOBOPUT O €ro y4acTHH B IIEpeAade «CUrHAIA TPEBOTW» HA IPYTHE
CUCTEMBI KJIeTOK. Ha mpumepe B3auMoaeMcTBus KapTodesst ¢ 3K30MOJIMcaxapuaaMu
BO30OyauTens konblieBoil THunu Clavibacter michiganensis ssp. sepedonicus moka3aHa
IVHAMHUKAa ypoBHS HAM® B 3aBUCHMOCTH OT YCTOMYMBOCTH COPTOB K JaHHOMY
dburonartoreny. Tak, y yCTOMYMBOr0O coOpTa HaOII0aI0Ch Bo3pacTanue ypoBHI HAM®D
y)K€ B TICpBbIC MHHYTHI B3aWMOJCHCTBUS, B TO BpeMs KaK y BOCIPUUMYUBOTO
HAKOIJIEHUE JAHHOW MOJIEKYJIbI MPOUCXOIUIIO0 3HAUUTENbHO MeasieHHee (JlomoBaTckas
u ap., 2010).

Maion3y4eHHbIM OCTAETCA POJIb AJACHUIIATIIMKIIA3HOW CUTHAIBHOM CUCTEMBI U, B
yactHOoCcTH, TAM® B mporeccax GopmupoBaHusi 6000BO-pru300HMaTHLHOTO CUMOMO3A.
BoapmmHCTBO MCCIen0BaHnii MPOBOAMINCH Ha 0OJIee MO3THUX dTamax 3TOro mporecca.
Hanpumep, Obuta moka3zaHa BakHasi COcOOHOCTh MAM®D-3aBHCHMOTO CHUTHAIBHOTO
KacKaja MOIYJHMPOBATh CTEMEHb HWH(PEKIIMOHHON HArpy3Kd pPHU300HMSIMHU, a TaKkKe

BOCIIPUUMYMBOCTh pacteHuid k Hed (Tian et al., 2012). M3BecTHO O MOBBIILIEHHOM
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comepxkaann TAM® B CUMOMOTHYECKMX KIyOCHBKAaX IO CPABHCHHIO C JIUCTHSIMHU
6000BeIx (Terakado et al., 2003). Taxxe mokazana aktuBaius TAILl u Bo3pacTanue
ypoBHst TAM® B craperomux 6akrepousax (Catanese et al., 1989).

Taxke BakHbIM cBoMicTBOM ACC sBISeTCS CHOCOOHOCTH BIHMATH Ha MAP-
KMHA3HBIN U KaJIbLMEBbI MyTH mepenaun curuana (Swiezawska-Boniecka et al., 2021)
omarogaps cnocooHoctTn TAM® niu nAM®-3aBUCHUMON TPOTEUMHKUHA3BI TOIABIIATH
paboTy kmHa3bl KuHa3l MAP-kMHA3bl, a Tak)Ke BIMATh HAa aKTUBHOCTH KaJbI[MEBOU

curHaiabHOM cuctemsl (Mishra et al., 2002).

1.2.4. CucTeMHBIN CUTHAJIMHT
K HacrosimieMy MOMEHTY BBI3BIBAET HHTEPEC H3YUCHUE BIUSHUSA OJHUX

CUTHAJBHBIX CHUCTEM Ha Jpyrue. Tak, MOKa3aHO BIMSHUE KaJbLIUEBON CHUTHAIBHOU
cuctrembl Ha HAJI®H-okcunasnyto (Konmynaes, Kapmen, 2008; Makcumos, 2010).
Takke Mmoka3zaHo, YTO KaJbIMEBBIM CTATyC KJIETOK OKAa3bIBACT 3HAYUTEIHLHOE BIIUSHUE
Ha obpasoBarne A®K (Komynaes, 2010). Ipuuem, mexay Ca’ u AOK cymecTByroT
pelMnpoKHbie B3auMOOTHOLIEHUA. Moubl kanpunss u AD®K B pacTUTENBHBIX KIETKaX
TaKK€ MOXXHO paccMarpuBaTh B KA4e€CTBE KIFOUEBBIX KOMIIOHEHTOB E€IUHON CETH,
oObeuHsIONIeH Apyrue curHaibHble cuctembl (Tapuesckuii, 2001; Komymaer, 2007a;
Konynaes, Kapnen, 2010). Taxxke ObUIO MOKa3aHO, YTO CIHOCOOHOCTh MEPOKCHIA
BOJIOPOJIa OKa3bIBaTh BIMSHUE HA SKCIPECCUIO F€HA KaTala3bl IPOUCXOJNUT C YYaCTUEM
Kkanbips. O6paGoTKa MePOKCHIOM BOIOPO/IA IPUBOAMT K OTKphIBaHMIO Ca’’ KaHAIOB y
PACTUTENIbHBIX KJIETOK, YTO BaXHO B MPOILIECCE Mepe/lauyd CUTHajla OKUCIUTEIBLHOIO
CTpecca U JalbHEHIIel akTUBaIlMK SKCIIpeccuy reHa katanassl (Tkauyk, 2012).

[Ipo cymiecTBOBaHUE MEXKKJIETOUYHBIX CHUCTEMHBIX CUTHAJIOB, BO3HUKAIOUIUX Y
pacTeHull mpu crpecce, yrnomuHaiaoch B 6onee pannuii nepuos (Enyedi et al., 1992).
OnHuM W3 BUIOB TaKUX CUTHAJIOB SBISETCS M3MeHeHHe moTeHumana aevctus (I111),
KOTOPBIM Y pacTeHU COCOOEH OBICTPO PaCIpPOCTPAHATHCS W CBI3BIBATH PEIIEHTOPHOE
pacnio3HaBanue curHaioB ¢ 3ddexktopabiM otBeTtoM (Dziubinska et al., 2001).
[ToTeHuman necTBUs 00Ia7aeT BHICOKOM HAJCKHOCTBIO M MOXKET UTPATh BAKHYIO POJIb
Ha dTare HecnenupuIeckoro CHCTeMHOro ctpecc-curuana. Kpome toro, I1]1, BeposiTHO,

HaXOAHUTCA B TECHOM CBSI3U C APYruMru CUTHAJIBHBIMH CHCTECMAaMH, B TOM HYHCIIC C
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aneHmwiatukiazHon (Bomenees u ap., 2006).

1.2.5. bo6oBo-pu300HAJIbHBIN CHMOHO03
N3BecTHO, UTO pacTeHHsIM B MpPOIECCE >KU3HEACATEILHOCTH HEOOXOIUM TaKOou

XUMUYECKUNA BJIEMEHT, Kak a30oT. HecmoTps Ha OoJbllIoe COJAEPKaHHE HSTOTO
KOMIIOHEHTa B aTrMocdepe U B TMOYBE, pPACTEHHs HE CIIOCOOHBI €ro YCBaWBaTh
camocTosTeNbHO. OIHAKO B MPOLIECCE IBOJIIOLMU PACTEHMs BBIpAOOTANIN CIIOCOOHOCTH
BCTyNaTh B a30T(PUKCHUPYIONIME CUMOMOTUYECKHE OTHOIICHHUA C OaKTepHUsIMH.
TunuuHeIM TpUMEpPOM  a30THUKCHUPYIOIMIETO CHUMOMO03a SIBISIETCA B3aUMOJCHCTBHE
pacteHuit u3 cemeiictBa 0000BbIX C Oaktepusmu cemelctBa Rhizobiaceae. B
pesynprate  JaHHOTO  cUMOMO3a  Ha  KOPHAX  PAacTeHUsS  Pa3BHBAIOTCS
CIeIMaIN3UPOBAHHBIE OpraHbl — KIIYOCHBKU (pHUC. 2), C MOMOIIbI0 KOTOPBIX 0000BbBIE
obecrieunBaioTca aszotoM B Qopme NH,', a GakTepuu MOJIy4alOT OpraHMYECKHE

COCTMHEHMSI, CHHTE3UPYEMbIE PACTCHHEM B X0/¢ (OTOCHHTE3A.

"

Pucynoxk 2. KnyGeHbkH Ha KOPHSIX O0OOBBIX.
(https://udobreniya.net/wp-content/uploads/2018/05/1-12.06.12-.jpg).

[Ipomiecc dhopmupoBanusi a30THUKCUPYIOMIETO CUMOMO3a BKIIOYAET HECKOJIBKO
cranuii: mpeuHdexuus, nadexuus, GopMupoBaHue KiI1yOeHbKa, TPOIecC a30TPUKCcAIIUN

B KIIyOCHBKE, CTapCHHE KITyOeHBKA.
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1.2.5.1. Aare3usi M Ha4YaJdbHbIe cTaAuN 0000BO-pPU300MATBLHOIO CHUMONO03a

HavyanpHBIM 3TanmoMm B3auMOJEUCTBHUS pU300MH ¢ OOOOBBIMHU SBISICTCS CTaaus
aare3nuy, Ha KOTOPbIX OaKTepUM aTTParupyroTCs KOPHEBBIMU JKCCyAaTamH,
COJCPKAIIMMH IIHUPOKUN CIEKTp (EHONMbHBIX COeAMHEHUW. M3HauanmpbHO pu3zodUU
MPUKPEIUISIIOTCA K MOBEPXHOCTH KOPHS OOOOBBIX Hecmenu(Uuecku 3a CYeT MOHHBIX
B3aMMOJICUCTBUII MEXKIy MOBEPXHOCTSIMU PACTUTEIBHOM M OaKTepUalbHBIX KJIIETOK.
[Ipu 5TOM, BaXXHYIO0 POJIb B YCIICIIHOMW KOJIOHM3AllUU KJIETOK KOpPHS, a TaKXke B
nanpHermux npoueccax pa3Butusi bPC, urparor puzoOHalibHbIE 3K30IM0IHMCAXAPHUIbI
(OIIC) (Via et al., 2016). Ilo nuTepaTypHbIM JaHHBIM, A€(PEKTHBIE IO MYKOUTHOCTHU
MyTaHTHBIC IITaMMBbI R. leguminasarum cinabo IPUKPEIUIAIOTCS K KOPHEBBIM BOJOCKAM
(Carlson, 1993), a mumennbie OIIC wmyrtadaTel R. meliloti He dopmMupyror
MH(EKIMOHHBIX HUTEN WK 00pa3yroT KiryoeHbku 0e3 OakTepouaos (Leigh et al., 1985).

@DeHOJIbHBIE COCNMHEHMSI U3 BBIJICICHUN KOpHEH O0OOBBIX MOTYT BBIMOJHSTH
(GYHKIMM CUTHAJIBHBIX MOJIEKYJ B OTHOIIeHuM puzoouit (MakapoBa, PyaukoBckas,
2003; OBupina, Tuxonouy, 2004). B 4yacTHOCTH, HAPUHTEHUH SIBISECTCS CUTHAIBHOU
MOJIEKYJIOM U BBIMONHSAET (YHKIUIO aKTHBATOpPa KCIPECCUU CUMOUOTHYECKUX nOd-
reHoB (nodulation genes) y Oaxktepuit pojga Rhizobium. 1Ipydyem Ha HaYaJIBHBIX dTamax
MoJ, BIUSHUEM HApUHTEHWHA MPOUCXOJUT SKCIpeccus OakTepuanibHOro nodD TeHa,
npoaykToM Kotoporo siBimsercs NodD Oemok. ITOT 0ellok  HEmocpeCTBEHHO
cBs3biBaeTcs ¢ guiaBoHouaamu (OBubiHa, TuxoHoBuy, 2004; I'nsueko, 2014; Downie,
Johnston, 1986) u, manee, CIy>XHT TPaHCKPUIIIMOHHBIM aKTUBATOPOM [JISl JIPYTUX
O0akTepuasbHbIX nod-reHoB (nodABC). JlanbHelimas sxcnpeccust nodABC npuBOIuT K
cuHTedy  puszoOmanbHbix  Nod-pakropoB (NF) —  cneuuduuHbIx  MOJIEKYJ
aunoxuroonurocaxapuanon mnpuponsl (Kpyrosa, 2009; I'msubko, 2014; Downie,
Johnston, 1986). Baxxno ormerutb, yto CcTpykTypa UM coctaB NF B nanpHeimem
onpeensieT Ccrnenu@uIHOCTh pu300Wii B OTHOIICHUM pacTeHUs-xo3suHa (Xaapu,
buccemunr, 2002; Maillet et al, 2011; Morieri et al, 2013). Tlomumo CTPyKTYypHI,
HEMAJIOBAXXHYIO pojib urpaeT u koHueHTpamnuss NF (MBanosa, Ilpiranos, 2014; Gough,

Cullimore, 2011).
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1.2.5.2. beaku, pacno3nawmme Nod-pakropsl

N3BecTHO, 4TO M1 pacno3HaBaHUS XUTHUHOBBIX OJIMTOMEPOB, B TOM YHCIIE
puzoouanbHeix  Nod-daktopoB (NF), 0000BbIE HMCHONB3YIOT CIOXKHBIE OCIKOBBIC
komriekcbl — pernentopel  NFR  (Nod Factor Receptors), pacmosnoxeHHbIE B
AMUACPMANIbHBIX KileTkaXx KopHs (Murray, 2011). M3BectHO, uyTO ISl y3HABaHUS
mukpocumOuoHTa NFR cnemuduueckn cBs3piBator NF  npu  Gusznosorudecku
3HaYUMBIX KOHIEHTpanusax mnocieanux (Broghammer et al.,, 2012) u uHUIUHPYIOT
CUTHAJIbHBIN KacKaJl, BEAYyIIUH K 3alMyCcKy HEOOXOIMUMBIX Uil JaJbHEHUIIEro pa3BUTHUS
cumbOmo3a peakmmii (Bozsoki et al., 2017). Tem He MeHee, JaHHBIX 00 WX CTPYKTYpE,
JIOKaNu3aluuu B KopHe U pyHkunonupoanuu NFR 1o cux mop maro.

B paHHMX wHccrenoBaHUSX OBUTM MPEJUIOKEHBI JBE THUMNOTE3bl O MEXaHHU3Max
pacriosHaBanusi NF. IlepBas mpeanonarana Hainuue y O000OBBIX OJHOTO PeELENTOPA,
aKTUBHOCTHh KOTOpOro 3aBUCUT OT cTpykTypbl NF (Hirsch, 1992). Cornacno BTOpO#t
TUI0TE3€, B pacrno3HaBaHuM NF INpUHUMAaeT yd4acTue KOMIUIEKC U3 JBYX PELENTOpPOB
(Ardourel et al., 1994), onun 3 KOTOPBIX (CUTHAIBHBIN) SBISAETCS HU3KOCTIEIIM(PUYHBIM
K NF u cnocoben BbI3bIBaTH JeOpMAIMI0O KOPHEBBIX BOJOCKOB, a TaKXe JeJICHUE
KOPTUKAJIBHBIX KJIETOK Jake B OTCYTCTBUM camux Oakrtepuil. BTopoit perentop
(pacno3HaromIMii), HAMPOTHB, MPOSBISIET BHICOKYIO creuupuyHocte Kk NF, He
GyHKIMOHUPYET B OTCYTCTBUM PHU300MI HM OTBETCTBEHEH 3a (opMupoBaHHE
nHpekMoHHOW HUTH U, Aainee, kiayOeHbka (Ardourel et al., 1994; Lhuissier et al.,
2001).

B panbHeiimieM, y O0OOBBIX OBLI BBISBIIEH YHUKAQJIbHBIM Kiacc OEJIKOB-
pelenTopoB, BbIMOIHAOMMX poib NFR: nelinmnH-o0oramieHHas peuentop-rnogoOHas
knHaza LRR-RLK (leucine-rich repeats receptor-like kinases), a Takke perenrop-
nonoOHas KHHA3a, CoJepKalllasl JIM3MHOBbIE MOTHUBBI BO BHEKJIETOYHOM JIOMEHE -
LysM-RLK (lysin motive receptor-like kinases) (Ferguson et al., 2010; Gust et al.,
2012). CymectByer mHenue, uto LRR-RLK HeoOxoamma Ha HadambHBIX 3Tamax
dbopmupoBaHUs a30TOUKCUPYIONIETO CUMOUO03a TPU CKPYYMBAHUKM KOPHEBBIX BOJIOCKOB,
a TaKxe o0pa3oBaHUM MHPEKIMOHHBIX HUTEH, B TO BpeMsa kak LysM-RLK yuactByet B
3allyCK€ CHUTHAJbHBIX TIPOLECCOB, B peE3yJbTaTe€ KOTOPBIX VYK€ MPOUCXOAUT
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dbopmupoBanue kiayobenpka (Ferguson et al., 2010). B cBoro ouepens, LysM-RLK
kogupyercs reHamu LYK3 w SYM37, uHIyKUMs KOTOPBIX HPOUCXOJHUT Ha CTaauu
MPOHUKHOBEHUSI PU300UH B KIETKU KOpHA 0000BbIX. LysM-MOTHBBI B cOCTaBe TaHHOTO
peuenTopa CiayKat JUisl CBA3bIBaHUS FPYIITMPOBOK, COJEpKAIIUX N-alUTIIFOKO3aMHUH —
KOpoBoro kommnoHeHnta mosiekyn xutuna u NF (Hdonrux u np., 2010). [lokazaHo, 4to B
Lotus japonicus Obuia unaeHtuduiympoBaHa penentopHas LysM - kunaza, EPR3,
OMocpeayromas MNpsAMO€ pacloO3HaBaHUE HK30IOIMCAXapUAOB M3 COBMECTHMBIX
puzobuansHbix mrammoB (Gully, et al., 2016).

K mnacrosmemy momeHTy omnpenenensl jBa cemeinictBa LysM-RLK: LYK,
uMeromre GyHKIMOHANbHBIA KUHa3HbIA goMeH (Arrighi et al., 2006; Lohmann et al.,
2010), u LYR, y KOTOpBIX KHMHa3HBIA JOMEH OTCYTCTBYeT. ['omMojiorH 3THX OEJIKOB
ObLIM HaWJEHbl y pa3nu4HbIX BUIOB 0000BbIX (Kupuenko u ap., 2013). Taxk,
npencrasutenieM LYR y ropoxa P. sativum L. sBnsercs 6enok PsSYM10, a LYK -
PsSYM37 (Arrighi et al., 2006; Smit et al., 2007). IIpu 3Tom, Ha HaYaNBHBIX CTAAMIX
pacnio3HaBanusi NF ydactByer PsSYMI10, a Ha cTtaguu BHenpeHusi pu3oOUil B TKaHU
0000Boro BaxHylo posib urpaer PsSYM37. Ilpuuem PsSYM37 xkoHTponupyet
pa3BUTHE MHPEKIMOHHOTO IpoLecca 3aBUCUMBIM 0T cTpYKTypbl NF o0pa3om (Zhukov
et al., 2008).

Taxoxe Bb3bIBaeT uHTepec kuHaza PsLYKO, ornocsmascs k CERKI1 (Chitin
elicitor receptor kinase 1) -momo6HbIM penenitopaM pactenuit (Jlenmsiaen u ap., 2016).
Kaxk u3BectHo, perientopsl CERKI1 cinyxat pacTteHusaM 1uisi pacClio3HaBaHUSI XUTHHOBBIX
OJINTOCAaXapyuJ0B KaK MAaTOT€HHBIX, TAK U CUMOMOTUYECKUX OPraHU3MOB, KOHTPOJIHUPYS
pa3BUTHE KaK 3allUTHBIX, TaK W CcUMOMOTHMYecKuX peakuuil. [lpuuem, kak ObLIO
nokazaHo Ha PsLYK9, onHuM u3 BakKHEHIIUX PEryJIsTOPOB B CIOCOOHOCTH OTJIMYATh
BBICOKOIIOJIUMEPHBIE  XWUTOOJIMTOCAaXapuabl MAaTOT€HOB  OT  HU3KOIMOJIUMEPHBIX,
XapaKTEPHBIX IS CUMOUOHTOB, siBiiseTcs B-cyOoneaumnuna G-Oenka (Jlemmsuen u ap.,
2018). Kpome Toro, u3BecTHa pojib JaHHOTO BHJA KMHA3 B YCTOMUYHUBOCTH PACTEHUH K
Pseudomonas syringae (Gimenez-lbanez et al., 2009), xots coorBeTcTBYyIomM PAMP

y TaHHOTO MaTOTeHa eIle MPEeACTOUT uaeHTuguImponars (Zhang et al., 2010).
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[Tomumo penenTop-moJOOHBIX KHHA3, B CHEHU(pUUYECKOM pacro3HaBaHuu NF
YYacTBYIOT pacTUTENnbHbIe JieKTHHBI (arrmoTuHuHb) (Bohlool, Schmidt, 1974),
npeacTaBisionme u3 ceds ocoOble yriieBoJ-CBs3bIBatolue Oenku. Kak mpasuio,
JEKTUHBI 000OBBIX HMEIOT CXOXK€€ aMHHOKHCIOTHOE CTPOCHHE U CBOMCTBA
(MenbHukoBa u J1ip., 2009). OgHako B 1UTEepaType UMEIOTCS JTaHHBIE O PUCYTCTBUU Y
HEKOTOPBIX BHUJIOB OOOOBBIX HETUIIUYHBIX MO CTPYKTYpE JIEKTUHOB, O0JaJarolInx
TOTIONHUTENbHOU armmpa3Hon (ynkimei (Roberts et al.,, 1999; 2013). Hampumep,
JeKTUH-HYKIeoTua (ocdorunponaza (Db-LNP), BwisiBiaeHHas y 606oBoro Dolichos
biflorus (Etzler et al., 1999). Ilo nanusim Etzler ¢ coaBt., Db-LNP npuemymectBenHo
HaXOATCSI Ha 3apOKIAIONIMXCSA M MOJIOJBIX KOPHEBBIX BOJOCKAaX, a TaKkKe Ha
MOBEPXHOCTH JMUJEPMAIBHBIX KJIETOK KOpPHS B AITHUX Y4acTKax. Takke JlaHHBIMU
aBTOpaMHU YCTAHOBJIEHO, YTO YPOBEHb ATOTO TMOBEPXHOCTHOTO O€NKa yMEHBIIAeTCs
BJIOJIb OCHU KOpPHSA OT OOJacTH MOJIOJABIX KOPHEBBIX BOJIOCKOB JIO 30HBI CO3PEBaHMS
kopHeBbIX BosiockoB (Etzler et al., 1999). Kpome Toro, npeacraBisieTcss HHTEPECHBIM,
yTo npu UHOKYIsiuu Dolichos biflorus pu300MaIbHBIMUA IITAMMaMH MPOUCXOIUIIO
nepepacnpenenenue Db-LNP k koHUMKaM KOpHEBBIX BOJIOCKOB, YETO HE HAOIIOAAJIOCh
IIpU 3apakeHuH 3Toro pactenus naroreHom (Kalsi, Etzler, 2000).

[Ipu 3TOM OCTaeTcsi aKTyaJbHBIM BOIPOC, KAKUM 00pa3zoM OO0OOBBIC OTIMYAIOT
NF ot xutnHoBbix MAMP, XapakTepHbIX JJIs MaTOT€HHBIX TpuOOB. U3 muTepaTypHBIX
TAHHBIX M3BECTHO, YTO OOOOBBIC ISl PEUENIMN XHUTHHOBBIX KOMIIOHEHTOB MaTOTeHa
UCIIOJIB3YIOT OTJMYHBIE OT CUMOMOTHYeckuX Habopbl LysM - penentopoB. Tak, Ha
npumepe CERK6 u3 Lotus, a takxe LYKY u LYR4 u3 Medicago 6»110 nokasaso, 4to
9TH OENKM OTBETCTBEHHBI 3a BOCHPHATHE XUTHHOBBIX OJIMTOMEPOB M WHIYKIIHIO
3alMUTHBIX peakiuii B Bujae okucautensHoro B3peiBa (Kelly et al., 2017). ¥ myTtanToB
cerk6, lyk9 u [yr4 nabnrojmaercs MOBBIIICHHAs BOCIPUUMYMBOCTH K MAaTOT€HAM, HO
COXpaHSIETCsl CMOCOOHOCTh K HEA(D(HEKTUBHON HOMYJSAIHNHU, YTO TOBOPUT O TOM, UTO
nepeaaya cUrHasioB oT XUTUHOBBIX PAMP u NF s3tumu peuentopaMu OCyIIeCTBISETCS
otaenbHo. Takxke, ObUIO MNpoAEeMOHCTpUpOBaHO, dYTo Oenok Lysll wu3 Lotus,
YYacTBYIOIIMM B pACIO3HABAaHUM CHUMOWOHTOB, CHENU(UYECKH WHAYIHUPOBAJICS BO

BpeMs (popmupoBanusi mukopusbl (Rasmussen et al., 2016), a npu puzoOuambHOM
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cumOuo3e HabII01amach €ro CBEPXIKCIPECCHSI, KOTOpasi BOCCTaHABIIMBaja ClIOCOOHOCTD
K Hoaymsauuu y myTtanTa nfrS (Kelly et al., 2017).

HecMoTps Ha Hanuuue penenTopoB, Y3KOHAIMPABIEHBIX HA pacro3HaBaHUE JTUOO
CUMOMOHTa, JIMOO maToreHa, OOOOBBIE TaKXe MOTYT 00JIalaTh pELENnTOpamH,
CIIOCOOHBIMM Y3HaBaTh W pa3nuyarh kak cumoOuotruyeckue NF u Myc-dakropsl, Tak u
XUTHUHOBBIE OJIMTOMEpHI MAaTOreHHBbIX TrpuOoB. Hampumep, y ropoxa wumeercs
peuentopHas kuHaza PsLYK9, cnocoOHas pacmo3HaBaTh HU3KOIMOIUMEpHbIE Myc-
bakTopsl npu GOPMUPOBAHUU aPOYCKYISIPHOM MUKOPHU3bI, & TAKKE OJIUTOMEPHI XUTHHA
c OoJiee BBICOKOM CTENEHBIO TMOJIMMEPHU3ALMHU, XapaKTepHbIE IJIsi TPHOOB-NMATOTCHOB
(JIennsinen, lonrux; 2015). Ognako kakuM uMeHHO obOpazom PsLYKO9 otnuuaer stu
XUTUHOBBIE OJMIOMEPHI JPYr OT Jpyra, He ycraHoBieHO. CyllecTByeT MHEHHE, YTO
JTaHHas KWHa3a (QYHKIUOHHPYET B KOMIUIEKCE C Pa3IUYHBIMH KO-PELENTOpaMHu,
BBIMOJHSIOUIMMHA ~ POJIb  CUTHAJBHBIX  PErynsTopoB: P-cyObeaununa G-0enka,
¢docomunaza C, anHekcuH D8, kanbMoaynMH-3aBUCHUMAas KUHa3a, MPOTEMHKHUHA3a,
B3aMMOJICHCTBYIOIIAsl C KalbUMHEPUHOM B u T.1. Y pacreHnid yKe H3BECTHBI
Heckosbko (G-0enok-cBszanHbiX penentopoB (Plakidou-Dymock et al., 1998; Hooley,
1999), a skcnepuMeHThI, MPOBENCHHBIE PA3TMYHBIMU ABTOPAMH, IIOKA3alIH, 4YTO
tpaHcaykiuss NF curnama omocpenoBana reteporpuMmepHbiMu G-Oenkamu  (Kelly,
Irving, 2003). Takxe, no ganasiM Jlenmsuen ¢ coarT. (2018), Tonpko npu 0O6paboTke
Myc-dakropamu y ropoxa IpoOMCXOIUT yBEIUUYEHHE CUHTe3a B-cyObeaunuibl G-0enka,
B TO BpeMs KaK NpU KOHTaKTe€ C TPUOHBIMM NATOr€HAMHM 3TOTO HE MPOUCXOTUT

(Jlennsuen u ap., 2018).

1.2.5.3. Cragus uHGUUMPOBAHUSA PU3OOUAMHU

[Tocne pacno3naBanusi NF, B kjeTkax KopHed O000OBBIX B T€UEHUE HECKOJIBKHX
MUHYT BO3HHUKAET PSJT OTBETHBIX PEAKIIUH, B YACTHOCTH JACTIONSAPU3AINS TIJIa3MaIeMMBbI
kopHeBbIX BojJockoB (Ehrhardt, Atkinson, 1992; Felle et al.,, 1995), u3menenue
tpancnopta nonos H' (Ehrhardt, 1996). Taxxe NF uuaylupyioT KojaeOaHus Kaublys B
KJIICTOYHOM SIAPE, KOTOPBIC SIBIISFOTCS OTIMYHMTEIIBHBIM IMPHU3HAKOM CHMOHMOTHYCCKUX

CUTHAJIOB HA paHHEW cTaauu (GOopMUPOBaHHS CUMOMO30B Y Pa3IMUHBIX BUIO0B 00O0BBIX
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(Pisum sativum, Medicago truncatula wn Lotus japonicus) (Allen et al., 1994; Felle et al.,
1995; Oldroyd, 2013).

N3meHeHus:, MpOUCXOJAIIME Yepe3 HECKOJIbKO YacoB IOCIE pPaclo3HaBaHUs
pactenuem NF, nmpuBomsart k aedopmanmu KopHeBbix BosiockoB (Kalsi, Etzler, 2000), ux
CKPYUMBAaHUIO B (pOpME PYUKU 30HTHKA, U JICJICHUIO KJIETOK KOpPbI KOpHA. PesynpTaTom
ATOTO CTAaHOBUTCS (QopMUpoBaHUE MpuMopueB KiyOeHbkoB (Llpiranosa, llpiranos,
2012; Turgeon, Bauer, 1982; Gage, 2004).

Ha crnenyromeit cragud UHQUIMPOBAHUS TPOUCXOIUT HEMOCPEICTBEHHOE
NPOHUKHOBEHUE OaKTepuil B TKAaHU KOPHEBOT'O BOJOCKA B MecTe cruba. Baxknyro poib
Py 3TOM HWTParOT (aKTOpbl BUPYICHTHOCTH pPHU300WA, AHAJIOTHYHBIE TAKOBBIM Y
IpaMOTPUIIATENIbHBIX  (PUTOMATOTCHOB: TPETh M 4YETBEPTask CHUCTEMbI CEKpEIuH,
TUAPONIMTHYECKHE (EepPMEHTHI, OakTepuanbHble mnonucaxapuisl, MAMP-coenunenus
(pu3oOuanbHBIl  Quiare/yiiH W TpUOHOM XUTUH). Pu300MM NPOHUKAIOT BHYTPH
OPUMOPJUSL TTOCPEICTBOM HMH(PEKIUOHHONM HUTH — O0CO000M TpyOuaToil CTPYKTYpBHI,
OKPYKEHHOM KJIETOYHOW CTEHKOW W 3allOJTHEHHOW MATPUKCOM, COCTOSIIIIUM B OCHOBHOM
U3 apaOWHOTaNAaKTAHMPOTEMHOB — WAKCTEH3MHOB (Brewin, 2004). BoibmnHCTBO
MH(EKIMOHHBIX HUTEH BrocieactBuu adoptupyercs (Vasse et al., 1993). Jlanublit
MEXaHu3M cpabaTblBaeT 3a CuUeT M30MpATEeNbHONM  CHOCOOHOCTH  pacTEHUM
MHOUIIMPOBATHCA ONPEACICHHBIMUA BUAAMU pu300uil. OqHAKO, B TIPOLIECCE HBOJIOIUU
pu300MKM BBIpaOOTaIM pa3UvHBIC CIIOCOOBI BBDKMBAHHS B PACTHTEIBHBIX TKaHIX. B
YaCTHOCTU, HEKOTOpbIE BBl pU300Ui CIOCOOHBI OJOKHUPOBATH 3AIIUTHBIE PEAKITUU
pacteHnii ¢ momomblo NF, sKk3omonucaxapuioB, a TakKe CHEHUATU3UPOBAHHBIX
oenkoB, B uactHocTd NopL (nodulation protein L), 610kupyromiero 3aiuTHbIe CHCTEMbI
pacrennmii (Zhang et al., 2011; Lehman, Long, 2013; Okazaki et al., 2013). Kpome Toro,
HEKOTOpblE BUIbl pU300MH UWHTHOMPYIOT CHHTE3 OTWJEHA C TOMOLIbI -
aMUHOIIMKJIoNponaH- 1 -kapookcunataeamunaszbl (D’Haeze et al.,, 2003). Taxxke He
HCKIIIOUECHA CMOCOOHOCTh KIyOCHBKOBBIX OAKTEPHIl CHUXKATh COJEPKAHHE AKTUBHBIX
dopm xucmopoaa (O,” u H,O,) B pacTUTEIBHBIX TKAHAX MyTEM U3MCHCHHUS aKTUBHOCTH
CyMepoKCUIIUCMYyTa3bl U Karanasel (Matamoros et al., 2003). Oco60 BakHYIO pOJb B

MNOAABJIICHUN MMMYHHBIX MCXAaHHM3MOB pPaCTCHHUA HUIPACT nnnononmcaxapHﬂHmﬁ clion
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puzobuanpHoi kietkn (Via et al.,, 2016). Ecte nanHble O Hamuuuu y pu3oOuit
h(HexTopoB, HEOOXOAWMBIX ISl TIOJABJICHUS WMMYHHBIX PEAKIUHA y pPACTCHHS U
nepenade curHanon (Ratu et al., 2021).

brnarogapst crmocoOHOCTH puU300Mil  3alUIIATBCS OT MMMYHHBIX OTBETOB
pacTeHui, M3 YIeNeBIMHUX U CHOPMUPOBAHHBIX HHQPEKIMOHHBIX HUTEH OaKTepuu
MOJIBEPraloTCsl SHIOIMTO3Y B MECTaX HCTOHUEHHUS KIETOYHOW CTEHKH, 00pa3ys Tak
HaspiBaeMble MHQpeknnoHHble kKarmum (IlprranoBa, Ilpranos, 2012; Brewin, 2004).
YyuthiBasi, 4TO HMMEETCS CXOJCTBO MexXay cumoOnornueckumu NF, xutuHom, u
MENTUAOTINKAHOM, TO TPEJCTaBISET WHTEPEC BOMPOC, KAK PACTEHUS KOHTPOJIHUPYIOT
3aITyCK 3aIlUTHBIX WM CHMOMOTHYCCKUX peaknuid. 3BeCTHO, YTO ISl pacrio3HaBaHUS
IpUOHBIX M PU300MAIBHBIX CUMOMOHTOB 0000BbIe HcONb3ylOT KMHazy LRR RLK
(cepunTpeoHHHOBAs perienTopHas kuHaza ¢ LRR-MoTuBOM), KOTOpast HeoOXoauma Ha
HaYaJIbHBIX dTanax (opMUpPOBaHUSI a30THUKCHUPYIOUIETO CUMONO3a MPU CKPYyUHBAHUU
KOPHEBBIX BOJIOCKOB, a Takxke dhopmupoBanuu uHbekmoHHblx Huten (I'msubko, 2014;
Ferguson et al., 2010; Gust et al., 2012). [Ipu 3amycke CHUTHaJIBHBIX MPOIECCOB,
NPUBOASIIUX K (POPMUPOBAHUIO KITyOeHbKa, BaXKHYIO poiib urpaet 0emok LysM (lysin
motive) RLK, conepxanuii Tu3MHOBBIE MOTUBBI BO BHEKJIETOUHOM JoMeHe (I JIHbBKO,
2014; Ferguson et al., 2010; Gust et al., 2012; Kelly et al., 2017). LysM-moTuBsI B
COCTaBE JAHHOTO PEIeNnTopa CIYXKaT JJIsl CBSI3bIBAHUS TPYIIUPOBOK, COAeprKanmx N-
alUJITJIFIOKO3aMUH — KOPOBBIA KOMITIOHEHT MoJieKysn xutuHa u NF (Jonrux u ap., 2010;
Kelly et al., 2017). Baxxao ormetutsb, 4to B Lotus japonicus Obuia uaeHTU(GUIIUPOBAHA
peuentopHas LysM - kwmnaza, EPR3, omocpeayromas mnpsiMoe pacrio3HaBaHHE
HK30M0JIUCAXAPUIOB U3 COBMECTUMBIX pu300OHanbHbIX mTammoB (Gully et al., 2016). 3a
CHUHTE3 PELENTOPHBIX OCJIIKOB OTBEYAIOT CHUMOMOTHYECKHE TEHBbI, TOJYyYHUBIIHE B
auTeparype o0o3HaueHue Sym. DTH TeHbI Tak)Ke OTBETCTBEHHBI 32 3aITyCK CHTHAJILHOTO
Kackaja Mpu B3auMOJICHUCTBUU O0OOBBIX C PU300MSIMU, a TAKKE PETYIUPYIOT MPOIECCHI
CHUHTE3a OCJIKOB Ha YPOBHE TPAHCKPHUIIIUM B KOPTEKCE KOPHS W B Pa3BUBAIOIIMXCS
kiyoenbkax (JKykos u ap., 2008).

Ha tpetnelt cTagnu okazaBmivecs B MUToIIiazMe Oaktepuu auddepeHmpyoTes

B OakTtepouabl — CUMOMOTHYECKYIO SHJOIUIa3MaTtuyeckyro @opmy. bakrepoussi,
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OKpY>KEHHbIE CUMOMOCOMHON MEMOpPaHON PAaCTUTEIBHOTO MPOUCXOKICHUS, MOTYUNIN
HazBanue cumbuocom (TuxonoBuu, 2007). MmenHo B maHHON Qopme OakTtepuu
CIIOCOOHBI ~ BOCCTAHABIIMBAaTh MOJICKYJSIPHBIH a30T B aMMOHHUIHYIO  ¢opMmy,
ucroyib3yemyto pacreHusmu. Co BpeMeHeM OaKTepouabl W caMu KIyOeHBKH
MOJIBEPTAIOTCSl CTApEHUI0 W JEeTEeHEpallid, B CBS3M C YEeM TpeKpamaercs HX

azordukcupyromas aktuBHOCTh (CepoBa, Llpiranos, 2014).

1.2.5.4. HyBCcTBUTEIBHOCTH KOPHeil 0000BBIX K pU300HAIbLHOI HH(pEeKINH

W3 panHuX nuTepaTypHBIX UICTOYHUKOB M3BECTHO, YTO y OOJBIIMHCTBA OOOOBBIX
Hanbosiee BOCIPUUMYUBBIME K HHPHUITUPOBAHUIO PU300USIMU SBISIOTCS yUYACTKUA KOPHS,
HaXOJSIIMECs MEXAy 30HOW pacTsDKEHHST W 30HOW 3a4aTKOB KOPHEBBIX BOJIOCKOB
(AxumoBa u ap., 2002; Makaposa u jp., 2004; Makaposa, Hypmunckuii, 2005).

Tak, Ha mpuMepe cUMOHMO3a MEXIy TOPOXOM IIOCEBHBIM Pisum sativum W
oaxrepusimu Rhizobium leguminasarum bv. viceae (RIv) I'. I1. AkuMoBoO#1 ¢ coaBTOpamMu
(2002) ObuTO MOKa3aHO, YTO MAKCUMAJIbHOE MPOHUKHOBEHHE PU300MI MPOUCXOAUT Ha
ydyactke 5-15 mMm oT koHuumka KopHs (AxumoBa u 1p., 2002). Ilozmmee, I'. T.
BacunbeBoit ¢ coaBr. (2007) OBLIM HCCIEIOBAHBI PA3IUUYUS MEXAY OTAEIbHBIMU
y4acTKaMU KOPHSI MPOPOCTKOB ropoxa mno cnocodHoctu Rhizobium leguminasarum bv.
viceae u Pseudomonas syringae pv. pisi (Psp) Bb3biBaTh oOpazoBanue ADK. bruio
NIOKa3aHO, YTO MNpH 3apakeHUU Psp yxke depe3 yac MHKyOMpPOBaHHS MPOMCXOAUIIO
NoBBIIIICHHE KOHIEeHTpamuu O,  BO BCeM KOpPHE M SMUKOTWIC. A TPH KOHTAKTE C
pu3oOusmMu  ypoBeHb O,  JMIIb HE3HAYUTENBHO TOBBIIIANCS, MPUYEM TOJIBKO B
AMHUKOTHUJIE, HECMOTPS Ha TO, YTO OSTOT OpPraH Yy pacTeHHH HEBOCIPUUMYHMB K
NPOHUKHOBEHUIO pu3obuil. [lpu 3Tom conepxkanne H,O, u akTUBHOCTH pacTBOPUMOM
NEpPOKCHIa3bl MPU HHOKYJISALMUKA PU300HMSAMH B HEBOCIPUUMYMBBIX K HHUM 30HaX
YBEJIMYUBAINCH, B TO BpEMsI KaKk B BOCIPUMMYHMBBIX — CHIDKanuch (BacunbeBa u nap.,
2007a, 6; I'msapko u mp., 2007). Kak mpeamonararoT aBTOpHI, JaHHBIE Pa3Id4yUs B
pacnpenenenun AD®K no ywacTkam KOpHS HOPOPOCTKOB TOpOXa, OTJIMYHBIX IO

BOCIIPUMMYHMBOCTH K  MH(peKkuuu, oOyCIOBIEHBl  BO3MOXHOCTBIO  pPacTEeHUU
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nperATCTBOBATD 3apAKCHUTIO IIaTOr¢cHOM " I/I36I/Ip aTCJIbHO KOHTPOJIMPOBATH

UHOUIUPOBAHNE MYTYaJIMCTOM OIPEIEICHHBIX OPraHoB.

1.2.6. BzanmopeiicTBue pacTeHHMil ¢ NATOTeHHBIMHU 0aKTePUSIMH

1.2.6.1. Aare3usi naTOreHOB HA PAHHUX JTANAX PACTHTEILHO-MUKPOOHBIX
B3aUMOAeHCTBUH

NupexnmonHoe 3a0ojieBaHWE PACTCHWA TPEJACTABISET COOOW  CIIOKHBIN
MOJIEKYJIIPHBIM AMAJIOr C MHUKPOOpPraHM3MaMH, KOTOPBIM HAYMHAETCS CO CTaguu
Hecnenupuueckon aare3nu MUKpOOPraHU3MOB Ha PACTUTENIbHBIX MTOBEPXHOCTSIX.

[lepBuunas aare3uss OakTepuil BKJIIOYAET B €0 HECKOJBKO CTaIUid U 3aBUCHUT
KaK OT HEKOTOPBIX OCOOCHHOCTEW MOBEPXHOCTU PACTUTENBHBIX KJIETOK, TaK U OT
MOBEPXHOCTHBIX U CTPYKTYPHBIX AeTepMHUHAHT Oaktepuii (Ceperuna u ap., 2008).

HNoHHble B3aMMOACHCTBUS UMEIOT BaXKHOE 3HAUYCHHE HA NIEPBOM dTare aJre3u.
M3BecTHO, 4YTO pacTUTENbHbIE U OaKTEepUAIbHBIE [MOBEPXHOCTH HECYT CETh
OTpUlIaTeNbHBIX 3apsafoB. [lo 3TOM mMpuuMHE MUKPOOHBIE KIIETKH MPEOJ0JICBAIOT €ro
IyTEM CBSI3bIBAHUS COOTBETCTBYIOIIUX XHMHUYECKHX TPYNI MOBEPXHOCTEH MEXKIY
co0O0li C TOMOIIbIO HOHHBIX U BOJIOPOJIHBIX CBSI3€H, IByXBAJICHTHBIX KATUOHOB, a TAKKE
BanpaepsaanbcoBbl cuiibl (Romantschuk, 1992).

Kpome Toro, Oaktepuu uisi TPUKPEIUICHUS HCIOIB3YIOT —CHEIUaTbHBIC
CTPYKTYpBbI, TaKue Kak (puiameHTHbIe 00pa3oBaHus Tuna Gumopuil u nuieil. GumOpuun
U TIAJIW TIPEJCTaBISIOT COOOM OCIKOBBIE HEXI'YTHMKOBBIE 0O0pa30BaHMS pa3MepaMH OT
0,2 1o 20 MmxM B ayinHy 4 3-14 HM B ToNuUHY. COCTOAT U3 CIIHUPATIBHO PACIIOIOKEHHBIX
CyOBbeIMHUI] OCHOBHBIX O€JIKOB pazmepamu oT 9 no 22 kJ[. YcTaHOBIEHO CeMb THUIIOB
buMOpHii, OTHAKO B PACTUTENILHON aJIre3Ud MOTYT NMPUHUMATH ydacTtue GumMOpuu 3-ro
Tuna c¢ auamerpom 70 A. Ha KOHIIE (DMIAMEHTOB JIOKAJIU30BaHbl MHHOPHBIC
CyObEeIUHUIIBI, OJHA U3 KOTOPHIX (YHKIIMOHUPYET B KayecTBE aJre3uHa,
B3aMMOJICUCTBYIOIIETO C PEIENTOpaMHd Ha TOBEPXHOCTH KIETKA. DPuMOpHanbHbIC
aAre3uHbl  O0JIaJlaloT  BBICOKOM  YIJIEBOA-CBsI3bIBamoOIIel  cnenuduuHocthio. Ha
YIBTPACTPYKTYPHOM ypOBHE (UMOPHHM YacTO BBITJISAAT Kak 0ojiee KOPOTKHE M Oojee
JKECTKHUE OTPOCTKH, YEM MHUJIM, KOTOPhIE OOBIYHO MPUCYTCTBYIOT B TOPA3J0 MEHBIIEM

KOJIMYECTBE HA MOBEPXHOCTU OakTepUalbHOW KJIETKU. Takke, B MEPBUYHOM aJre3uu
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YYaCTBYIOT IMEJUTIONO3HbIE (PUOPUIUTBI, TPUCYTCTBUE KOTOPBIX MPHUBOJIUT K WHIYKIIUU
OonbIIMX OaKkTepHAbHBIX KJIACTEpOB, Kak OBLJIO MOKa3aHO Ha arpoOakTepusix u
puzobusix. MyTtaHThl Azotobacter tumefaciens, TUIICHHBIC LEJIION03bI, HE CIIOCOOHBI
00pa30BbIBaTh OOJNBIINE OaKkTEepHUadbHbIE KJIACTEPHI, XOTS €IIe MOTYT MHIMWBUIYaJbHO
CBS3BIBAThCS C pacTUTeNbHbIMU KieTkamMu (Matthysse, 1983). llemntono3ubie
bubpwel  arpobakTepuii  MOTYT  MHAYLHMPOBATHCA TOJBKO B IPHUCYTCTBUH
PaCTUTENBHON KIIETKH, TOTJIa KaK y pu300uii oHM oOpasyroTcs mocTtosHHO (Smit et al.,
1987). Eme omHuM HeMaJoBaXHBIM (PAaKTOPOM, CIOCOOCTBYIOIIMM 3aKPEIUICHUIO
OakTepwii Ha PACTUTEIBHOW TOBEPXHOCTH, SIBISIOTCS KaJbI[MH3aBUCUMBIC OCIIKH,
MpPEICTaBUTENIEM KOTOPBIX sBisieTcs pukanare3u (Dazzo et al., 1984; Smit et al., 1987).
st cumOuonTa ropoxa Rhizobium leguminasarum Taxxe XapakTepeH crerupuyecKu
oenok RAPA 1, oTHocsmuiicst k cemeiicTBy Rap-0enkoB, crnocoOCTBYIOIIUI aAre3uu
OaKTepuil K TOBEPXHOCTH KOPHEBBIX BosiockoB (Hurmarymnuna, 2015).

Taxke BaXHYIO pPOJIb B CIHOCOOHOCTH (PUTONATOIEHOB KOJOHU3HPOBAThH
MOBEPXHOCTh PACTEHHMI HUrparoT OakTepuanbHble 3k3ononucaxapuasl (IIIC). Ilo
xumuueckoMy coctaBy OIIC mMoryr ObITh romomnosucaxapuaamu (COCTOSIIIMMU U3
OJTHOTUIIHOTO caxapa) WIHM TreTepornojucaxapujaMu (KOTOpbIE COCTOAT U3 CMECH
KOMIUIEKCOB CaxapoB B MOBTopsronuxcs cyorenunaniax) (Denny, 1995; Wang et al.,
2006). Cumnraercs, uto uronaToreHHnsle 6akrepuu, cunresupyromue I11C, BHI3BIBAIOT
yBslaHue (BWIT) pacTeHUl. B 4acTHOCTH, 3TO MPOUCXOAUT U3-3a 00pa30BaHUS AMOOI
(MenukoBa, T'opmikos, 2016), 3akymnopuBaronuii cocyasl pacteHuil. M3BecTHO, UTO
OaKTepuu, yTpaTUBLUIME CIOCOOHOCTH MpoayupoBath JIIC U u3MeHsATh MOPPOIOTHIO
KOJIOHMM, CTAHOBATCSA aBUPYJICHTHBIMHU, TEPSIIOT CIOCOOHOCTh MHIYIIUPOBATH PEAKIIMIO
CBEPXUYBCTBUTEILHOCTH Ha JIUCThAX Tabaka. Taike y HUX HaAOIIOMAaeTCs CHUKCHHE
aKTUBHOCTU TUIPOJUTHYECKUX (EPMEHTOB, HAMPUMED, LEIUII0Na3bl, YBEIUYCHUE

noABUWXKHOCTH, U Ap. (Kennakosa, Msimun, 2005).

1.2.6.2. DnucuTopsl U Cynpeccopbl 0aKkTepui

Cpenu pa3sHOOOpa3HbIX META0OJIMTOB MAaTOT€HOB NMPUCYTCTBYIOT KaK BELIECTBa-

WHJYKTOPBI 3allIUTHBIX peakuuil pacteHuid, snucutopbl (Amutpues, 2003; Coxonos,
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2014), Tak W MOJIEKYNbI, MOAABIAIOMINE (UTOUMMYHHUTET, CyIpeccopsl. B pomnu
IMCUTOPOB MOTYT BBICTYyNAaTh HEKOTOPHIE META0OJMTHI IATOTEHOB, HAMpPUMED,
CEKpETUPYEMbIE TMOJUCaxapubl, TIUKONPOTEUHBI, XapMHUHbBl WU JHUMONOINCaXapUibl
(Kapnyn u np., 2015).

Kpome Toro, smucuTopbl mpeacTaBieHbl (parMeHTaMH KIETOYHBIX CTEHOK
pacTeHui, a Takke MPOAYKTaMH WX THIpoyin3a (IHAOTeHHbIE 3IUcUTOpbl). K HUM
OTHOCATCS JIOKAJIM30BAaHHBIE B KJIETOYHOM CTEHKE THUIPOKCUIIPOIUH-OOTAThie OENKH,
JIEKTUHBI, (PePMEHTHI (XUTHUHA3BI, TTIOKAHA3BI, IPOTEA3bI).

JlemonmuMepaspl KJIETOYHBIX CTEHOK Kak TpHOOB, TaK W PACTCHHWN CHadaia
oOpazyroT 0OoJiee KpynHbIE (QparMeHThl TUAPOJIU3a, OOJAJAIOIINE SIUCUTOPHOU
aKTUBHOCTBIO (OJIMTOCAaXapUHbl), a 3aTEM ITH MPOAYKTHI MOTYT «IAPOOUTHCS» HA MEJIKUE
YaCTH C BBIPAKEHHBIMH CYIPECCOPHBIMU CBOMCTBaMU. [IpuMepaMu TakuxX CyIpeccopoB
MOTYT OBITb TMEKTHHA3bl, MOJUTAIAKTYPOHA3bl; a TAaKXKE PA3JIUYHbIE TOKCUHBI:
BUBOTOKCUHBI  (TaOTOKCHH, (a3e0JOTOKCUH, TEHTOKCHH), MeMOpaHOAKTHUBHbIE
BellleCTBA (KOPOHATHH, CUPUHTOMUIIMH), TEHEpPATOpbl AaKTUBHBIX (OPM KHUCIOPOJa
(MpeHUTUpPOBaHHBIC XUHOHBI), & TAKKE MHTHOUTOPHI CUHTE3a OeKa (TPUXOTHIICHOBBIC
TokcuHbl) (Gowthami, 2018). UTtoObl n30ekaTh MOJABJICHUS 3aIlUTHBIX pPEAKIHM,
KJIETKH PACTEHHN TPOIYIUPYIOT HHTUOUTOPHI (OCNKH, TIIMKOMPOTEHHBI) JEMOIMMepas3
KJIETOYHBIX CTEHOK.

B Hacrosmee BpeMs HEKOTOpPBIE DSJIUCHUTOPHl HAYYWINCh CHHTE3UPOBATH
UCKYCCTBEHHO (HampuMep, apaxuJIOHOBYIO KUCIOTY, IPOAyHHpyeMyto GutodTopoit) u
UCITOJIB30BaTh B KAUYECTBE CTUMYJIITOPOB MMMYHHOTO OTBETa Y PACTCHHUSA-XO35MHA, B

JTaHHOM citydae, kaptodens (Gowthami, 2018).

1.2.7. Pox Pseudomonas
Pon Pseudomonas Bkito4aeT B ceOsl MAaTOT€HOB >KUBOTHBIX, (PUTOMATOTEHOB, a

Takke canpoduroB. Takoe pasHooOpaszue poaa Pseudomonas 0OyCIOBIEHO €ro
T€HOMOM, COCTOSIIIIMM W3 OJHOW OOJBIION KOJIBIIEBOM XPOMOCOMBI C Pa3IMYHBIMU
NEpEeMEHHBIMU PETMOHAMHU C BBICOKOM cTeneHbto miactuyHoctu (Kahlon, 2016).

Bun  Pseudomonas  syringae Bkiarouaer B ce0d  (QUTONATOrEHOB U

KiaccudummpoBan, o kpaHen mepe, B 50 matoBapoB HA OCHOBAaHUHU PA3HOBHIHOCTEMN
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pacTeHUsA-X03siMHa U Tpu3HaKoB 3a0oneBanus (Ichinose et al, 2013).

Pseudomonas syringae npencTaBisItOT c000H Ci1ab0 TOJABMXKHBIE MATOYKU
(MOHOTPUXH), IEPEABUTAIOIINECS TTOCPECTBOM IMOJISIPHOTO KIryTHKa, pazmepom 0.6-0.8
x 1.1-3.2 mxm. PacnonararoTcsi OqIMHOYHO, MMONAPHO, LIENoYKamMu Wi HUTAMU. Criop u
Karncysl HE HMEIOT, He KucioroyctoiuuBbie (Jlazaper u ap., 2015). Asnsrorcs
TUMIMYHBIMU TPEJICTABUTEISIMUA TpaMOTpHIIATeNIbHbIX OakTepuil. Hapyknas memOpaHna
IICEBJIOMOHAJT MMEET ACUMMETPUYHYIO CTPYKTYpPY, B KOTOPOW BHYTPEHHUU CIIOU
coctouT u3 (GochONUNUIOB, AHAIOTHMYHBIX JIMIIKMIAM JBOMHOW MHOTOCIOMHOMN
BHYTpPEHHEl MeMOpaHbl. BHENIHUI CJIOH COCTOMT W3 JIMMOIOJHCAXAPUIA, UMEIOLIErO
TpU CyOBEIMHULIBL: TIMKOJUIN/IA, TUNUAA A, KOTOPBIA YAEPKUBAET €ro B MPABUILHOM
II0JIO’KEHUH, 1 OCHOBHOTO TOJIMCcaxapuia, KOTOPbIA 00pa3yeT CBSI3b MEXKIY JUIUAOM A
u O-aHTUT€HOM, KOTOPBIA SKCIOHHUPOBAH HApyXy. YHHKAIbHOCTb 3THX OakTepuil
3aKJIFOYAETCSl B TOM, YTO OHU CHOCOOHBI MOAYJIMPOBATh SKCIPECCUIO TE€HOB B OTBET HA
IMIMPOKUHM TUana30H YCIOBUI OKpYXarouleil cpenbl, 4To 0OecreynBaeT He0OX0IuMbIe
UM ajgantauuu. baktepun Buga Pseudomonas syringae uMeEOT psan  (HaKTOPOB
BUPYJICHTHOCTH, TaKUX KakK (PUTOTOKCHHBI, CUACPOQPOpPHI, aAre3UHbI, BHEKJIECTOUHBIC
MOJIUCAXapUIbl, MEKTOIUTHYECKUE (epMeHTbl U apyrue 3((PEeKTOpHBIE MOJIEKYJIBI.
OO0namaroT CUCTEMON CEKpeIMd TPEThEro THUMa, aHaloTWu4HOU ¢ Pseudomonas
aeruginosa, sl BBEJEHUS HECKOJBKUX I(P(PEKTOPHBIX OENKOB B KIETKH pPaCTCHHS-
XO035lMHAa W B3aUMOJECUCTBUS C OEIKaMH-MHILECHSAMH, a TaKKe JUIsl MOJaBJIEHUs
MEXaHU3MOB (PUTOMMMYHUTETA U YNPaABICHHUS] TOPMOHAMH PACTCHUM W/WIM UHAYKLHUU
ru6ens kietok (Cunnac, 2009; Kahlon, 2016). I'enom Pseudomonas syringae xogupyet
57 cemeilictB 3 (PeKTOpHBIX OEJIKOB, BBOJUMBIX CHUCTEMOM CEKPEIUU TPETHEro THIIA.
Pseudomonas syringae npoyliipyer, r1aBHbIM 00pa3oM, YeThIpe TOKCHHA: KOPOHATHH,
TaOTOKCUH, (a3€OJOTOKCHMH W JIMINOACTICUHOHANENTHUbI  (CUPUHTOMHUIIMH U
CUPUHTOIENTHH). Bce TOKCHHBI COCOOCTBYIOT Pa3BUTHIO XJIOPO3a WM HEKPO30B, a
KOpOHaTUH # (ha3€OJOTOKCHH CIOCOOCTBYIOT —pacnpoCTpaHEHUE OaKTepuil 1o
pacteHuto. KopoHaTuH npou3BOAUTCS MHOTMMHU NatoBapamu Pseudomonas syringae u
MPOSIBISIET HeCTIEU(PUIHOCTh B oTHOIIeHnn xo3suHa (Firdous, 2013).

VY QunoreHeTMYECKH pa3IMYHBIX IITAMMOB MPUCYTCTBYET HabOp 3(P¢eKTopos,
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HEO0OXOIMMBIX JIJIS TTPOIIECCOB y3HaBaHUs pacTenus-xo3simHa (Lindeberg, 2012).

HemanoBaxkueiM cBONCTBOM Oakrtepuilt Pseudomonas syringae SBISETCS HX
CIIOCOOHOCTh CUHTE3UPOBATh HEKOTOPHIE PACTUTEIbHBIE TOPMOHBI, TAKWE KaK ATUJICH U
abcuu3oBas Kuciora. [IpyyeM WHTEHCMBHOCTH CHHTE3a 3THUX TOPMOHOB pa3jiMyHa
Cpeau MaToBapoOB M IITAaMMOB 3TUX OakTepuit ([lankesuu, 2013).

W3 nutepaTypHbIX HaHHBIX M3BECTHO, 4TO Pseudomonas syringae WMeeT
dbepmenTsl, nHakTUBHpYIone ADK, mpoayrupyeMbie pacTeHHEM, TEM CaMbIM BIIHSIS
Ha TPOLIECCHl OKCUJICHUS-BOCCTAHOBJICHUSI B PACTUTENBHON KieTKe. bakTepuanbHbie
CYMEPOKCHITUCMYTa3a M IIeJIOYHasi THAPONEPOKCHAAa3a B COCTOSHUU OOJIETYUTH
OKHUCJIHUTENbHBIN B3pbIB, AeTokcupuuupysa ADK (Bile et al., 2014).

TunuuesIM npeacTaBuTeNeM posia Pseudomonas syringae siBisieTcsi BO3OYAUTEINb

OakTepUabHOT'O OKOTra JINCTa Topoxa - Pseudomonas syringae pv. pisi (puc. 3).

Pucynoxk 3. ['opox, 3apaxennsiii Pseudomonas syringae pv. pisi
(http://www.croppro.com.au/crop_disease_manual/media/Figure%207 6%20Water%20soaked%?20les
10n%?20spreading%?20Bacterial%20blight 1000.jpg)

bakTepuanbHBIE O0XOT JINCTa TOpPOXa SBIBICTCS MIUPOKO PACIPOCTPAHCHHBIM
3a00IcBaHUEM, TPHYUHSIONIMM HaWOOJBIIMK yIIepd Ha TEPPUTOPHUAX C BIAKHBIM
TeTUIBIM KJIUMATOM. Boz0oyautenem JTAHHOTO 3a0o0eBaHus SIBJISIETCSI
rpamoTpuliaTesbHas 6aktepusi Pseudomonas syringae pv. pisi (Psp) (Martin-Sanz et al.,
2012).
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Pseudomonas syringae pv. pisi Tmnopaxaer CTeOIU, YEPeIIKH, JHUCThS,
OPUIUCTHUKU M 000bI. 3apa’keHHE MPOUCXOAUT, KaK IMPaBWIIO, Yepe3 YCThUIA WU
NOPAaHEHMs. 3aTeM IM0J JIUIAECPMHCOM B NAPEHXHME IIPOUCXOJHUT PA3MHOXKCHHE
OakTepuil U UX JanpHeiIIee pacnpocTpaHeHue no TkanaM. Koraa nndexmus gocturaer
COCYIHUCTBIX IYYKOB, HA0JIIOJIa€TCs yBAJaHUE pacTeHUs. BHemHe MHPEKIus BhIMISIIAT
KaK TEMHO-3€JICHble BOJSHHMCTBIE IISITHA Ha JIUCThAX, OOBIYHO ¢ OoJjiee TEMHOU
cepennHoi. Ha cemenax ouarn nHpeKkuuu Psp BBIMISAAT KaK OKPYIJIBIE KEIThIE MSATHA

(JIazapes u 1p., 2015).

1.2.8. Clavibacter sepedonicus
bakrepuu pona Clavibacter BBI3bIBaIOT CEpbE3HbIC MHPEKIIMOHHBIC 3a00JIeBaHUS

y IIMPOKOTO Kpyra CEelIbCKOXO3SHUCTBEHHBIX KyNbTyp. ENMHCTBEHHBIM BUJ B COCTaBe
nanHoro poja, Clavibacter mishiganensis, B 3aBUCUMOCTH OT PacCTCHUSI-XO35IMHA U
CUMIITOMOB 3a00JIeBaHusl, pa3feisercs Ha mecTb noaBuaoB: Clavibacter michiganensis
spp. michiganensis — Bo30yIuTeNb OaKTepUaIbHOTO paka y TomaroB; C. michiganensis
spp. sepedonicus (C. sepedonicus), BbI3BIBAIOIINKN KOJIBIEBYIO THUJIb Y KapTodens (puc.
4); C. michiganensis spp. nebraskensis — B030ynuTenb BuiITa KyKypy3sl; C.
michiganensis spp. tessellarius — OakTepuanbHas Mo3anka Yy mmeHuns;; C.
michiganensis Spp. insidiosus, BbI3bIBAIOIIUN YBSIJAaHUE U OCTAHOBKY POCTa JIFOIEPHBI
(ITepdunbeBa u ap., 2013), a Taxxke Clavibacter michiganensis spp. phaseoli subsp.
nov., naroren 60608 (Gonzalez, Trapiello, 2014).

baktepuu C. sepedonicus (Cs), xak u Bce mpencraButenu pona Clavibacter,
MPEACTABISIOT COO0N KOPOTKHE MPSIMBbIE WM CITA00U30THYTHIC MAJOUYKH C OKPYTJIBIMHU
kpasimMu pazmepoMm 0.5-1 MkM. MoryT pacnonaratbCs NOOJAUHOYHO WJIA COCAUHATHCS
nomapHo, JuOO B KOPOTKHE IIEMOYKH. Ad3poObl. JIMIIEHBI >KTYyTHKOB, CIOpPHI HE

obpazytot (Ilepdunbera u ap., 2013).
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Pucynok 4. Kny6gﬁb KapTodens, I/IH(bI/IIII/IpOBaHHI).IIL/i Clavibacter sepea’oni’cus
(https://agroflora.ru/wp-content/uploads/2014/07/kolcevaya-gnil-kartofelia.jpg)

bakrepuun Cs (puc. 4) sBusitorcss OuorpodHsiMH  puTonaTroreHamu. Ilo
JUTEpaTypHbIM JaHHbIM Cs CIIOCOOHBI HEMPOJOJDKUTEIBHOE BpEMs CYIIECTBOBAThH B
CBOOOJTHOM COCTOSIHUM B MOYBE B YCIOBUAX TEIUIOM MOTOJABI C HU3KOH BIAXKHOCTBIO.
3apaxxeHrne pacteHuid Cs IPOUCXOIUT 4Yepe3 IMOPAHEHMSI WU NPU HCIOJIb30BAHUU
HENpoAe3UHPUIMPOBAHHOIO MHBEHTaps. Takke CyllecTByeT MHEHHE O CIIOCOOHOCTU
JTAHHBIX OakTepuil MHPUIMPOBATH pacTeHue yepe3 JucThsi (Pomanenko u np., 2002;
[lepdunnesa u ap., 2013).

[Ipu nHuMpoBaHuK OaKTEpUH MPOHUKAIOT B KCUJIEMY, Iie 00pa3yroT 0coObie
CTPYKTYPbI, HECKOJIbKO OTJIMYHbIE OT OMOIUIEHOK, TaK Ha3bIBA€MbIE€ SMOOJIbI, KOTOpHIE
BBI3BIBAIOT 3aKYIIOPKY COCYJOB, M, B JaJbHEWINEM, YBSJAAHUE WM BWIT PACTCHUS
kaprodenss (MenukoBa, 'opmikoB, 2016). Ha panHux sTamax pa3BUTUS HHOEKIUU,
BbI3BaHHON (s, BO3HHUKAaeT CKpbITas ¢opMmMa, TaKk KaK CHMIOTOMBI 3a00JeBaHUS
pa3BuBaroTCs MeieHHO. [lo 3To¥M mpuurMHE HA MAHHOW CTaauu Pa3BUTHS 00JIe3Hb
CJIOHO JMArHOCTUPOBATH M KOHTPOJIUPOBaTh. B CKpbITOil (hopme MHGPEKIUS MOXKET
IpOTEKaTh B TEUEHHE HECKOJBKHUX JIET KyJIbTHUBHUPOBAHUS, CIIOCOOCTBYS TEM CaMbIM
pacnpocTpaHeHuto Oosie3Hu. HTEHCMBHOCTH 3apakeHus KapTodess KoJIbLeBOU
THUJIBIO U pa3BUTHE 3a00JIEBaHUS 3aBUCUT OT IITaMMa OaKTEepHil U 3apa)arolien 103bl,

a Takxe ot coprta kaprodens (Pietraszko et al., 2018).
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Ha nmateHTHOW cTamuu pa3BUTHS 3a00JIEBaHUS Y BEPXHETO MOOEra >KENTeroT
JUCThSI Y TIOSIBIISIIOTCSI TEMHBIE TsITHA. Jlanee, maToreH mpoOHUKAeT B KOPHU M KITyOHH,
BBI3bIBAs pa3MsArdeHHWE TKaHeW. BHemHe odar WHQEKIUU BBITISAUT Kak KOJIBIIO,
coJieprKaiiee xKeiaToparyto ausnpoBannyto Maccy (Ilepdumnbesa u mp., 2013).

BaxueiMu  pakTtopamu  BUPYJICHTHOCTH (s  SBISIOTCS  OKCTPAKICTOYHBIC
(dbepMeHThI, TaKHe Kak IIeJIToNa3a, mekTruHa3a u amuinasa ([llapukosa u np., 2009; Baer,
Gudmestad, 1995).

[enmronaza u TEKTUHA3a CIIy)XaT Ui OOJErdeHus] TMPOHUKHOBEHHS OaKTepuu
BHYTPb PAaCTUTENIBHOW KJIETKH a HAa4yaJlbHOM 3Tale NaToreHe3a AMuiia3a HeoOXoauma
JUTS pacIieryieHNe Kpaxmalia 0 caxapoB, KOTOPBIC SBIISIOTCS UCTOYHUKOM ITUTAHUS JIJIS
caMux OakTepuii Ha Oojee Mo3aHUX cTaausax maroreHe3a (Metzler et al., 1997). Ilo
JUTEPATYpHBIM  JaHHBIM, B  MyKowgHoM cioe Cs Takke OOHapyKCHBI
MPOTEONIUTHUECKHE (EepPMEHTHI U TepMocTabmiIbHbIN A dexTopHbIil O6enok ([laduxona

u ap., 2009; Omenuukuna u ap., 2017).

2. MATEPUAJIBI U METO/IbI UCCJIEJOBAHUA

2.1. O0BeKTHBI uccae10BaAHUuSA

OOBeKkTaMu HCCIeIOBaHUS CIY>KWJIU TPEXCYTOUHBIE MPOPOCTKU Topoxa (Pisum
sativum, copT POHI0) U TUIAaHKTOHHBIE KYJIbTYpbl Rhizobium leguminosarum bv.vicea
(RIv) (»ddextuBHbii no azorduxcanmm mramm RCAM 1022, HesddexTuBHBIE
BBICOKOKOHKYpeHTHbIe TaMMbl RCAM 1064 u RCAM 1065), Pseudomonas syringae
pv. pisi (Psp) (BupynentHbii mtamMm 1845) u Clavibacter sepedonicus (Cs)
(BUpYJICHTHBIM, MyKOUJHBIM 1mTamMMm 6889). Illtammbelr RIv ObulM TOMYYEHBI W3
BenoMCTBEHHONM KOJUIEKIIMM TOJIE3HBIX MHUKPOOPIaHMW3MOB CEJIBCKOXO3SUCTBEHHOTO
HazHaueHuss @OI'BHY Bcepoccuiickoro Hay4YHO-MCCIIENOBATEIBCKONO HWHCTUTYTA
CEJIbCKOTO X034iCcTBa, mTamMMm Psp Obut nonyuen u3z @I'BHY Bceepoccuiickoro Hay4Ho-
UCCJIEI0BATENBCKOr0 MHCTUTYTA (hUTONaToNOruu, mraMM Cs nonydeH u3 deaepanbHoOn
CITY>KOBI IO BETEpUHAPHOMY M (PUTOCAHUTAPHOMY HaJ30py I'. MOCKBa.

2.2. [IpopamuBaHue ropoxa U HHOKYJISIHUA MPOPOCTKOB OaKTePUAMU
Cemena ropoxa c. Porno nocienoBaTenbHO CTEPHIM30BAIM IIyTEM IIPOMBIBA B

teuenue 30 muH B 94% nstanone, 5 muH B 3% mepokcusie Boaopoaa u 5 MuUH B 5%

pacTBOpe nepMaHraHara Kaiusa. Ha KoHEUHOM 3Tamne OTMBIBAJIN CTEPUIBHOM BOJOW U
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3amaumBaty B Boje (56 C) Ha 4 uaca. 3aTeM CeMEHa NPOPANIMBAIM B CTEPHIBHBIX
yamkax [letpy Ha yBmaXHEHHOW (QUIBTPOBAIBHONW Oymare B TeueHHE 3 CYTOK B
TemuoTe Tpr 23-25C. Jlasee IpOPOCTKH, HMEIOIIHE ITHHY KOPHS IPHMEPHO 35-40 MM,
npoMbiBaiin  crepuiibHbIM 0.01% pacTBOpoM HOHMIETa (HEHMOHHBIA JETEPreHT) IS
OPEIOTBpAlICHUs] MONAJaHMUsT 3K30T€HHOW  MHUKpPOQIIOPbI, OTMBIBAIA  TPHKIBI
CTEPWJIBHOM JHCTWUIMPOBAHHONW BOAOW MW HWHOKYJIHPOBAIM OJHOW W3 KYJIBTYp
OakTepuii, HaAXOIAIIMXCS HA CTaMOHApHOW ¢asze pocta. JIJIss 3TOro MCHOJIB30BAIH

cycrensuio Gakrepuit ¢ Tutpom 107 kir./ i (Kysakosa u ap., 2019).

2.3. KyabTuBHpoBaHue 0akrepuii
baktepuanbHble KyJIbTYphl BBIpalllUBadd B KOJI0aX Ha JKUAKOH cpee,

conepxkaiiei it R/v u Psp TpOCBETIIEHHBIH TOPOXOBBIM orBap, it Cs — 10 r/n
JMann3ata JIpoKKEBOIo 3KCTpakTa. st Bcex KyabTyp nodasisum 15 r/a rimoko3sl, pH
7.0. Tutp TMJIAHKTOHHOM KyJbTYypbl OakTepuil ONpeNesisuid Ha IJIAHIIETHOM
cnekrpoporomerpe «AUDP-01 Vuumman» (OI'VII Bceepoccuiickuii  HaydHO-
UCCJIEI0BATENbCKUIT UHCTUTYT ONTUKO-(QU3UYECKUX H3MepeHui, MockBa) npu IJIuHE

BostHBI 655 HM (Ky3akoBa u 1p., 2019).

2.4. OnpeaesieHue HHTEHCMBHOCTH aAre3uu 0aKTepui
[Tocne okoHYaHUsE MHKYOAllMi KOPHEW MPOPOCTKOB C COOTBETCTBYIOIIUMH BUIAMU

OaKTepuil KOPHU OTIEJSIM OT TOPOITUHBI, TpoMbIBalin B cTepuibHoM 0.01% pacTBope
HOHHMJIETA (AeTepreHTa) Ui YHAJICHHS CIAa0OCBS3aHHBIX OaKTepuil W TPOMBIBAIH
TPUXKIbl B CTEPUIILHOM BOje. 3areM, Kak ObuUlo mpemsioxkeHo panHee (Makaposa,
Hypmunckuii, 2005), Ha OCHOBaHMM JaHHBIX CBETOBOW MHMKPOCKOIHWHM Hape3aju Ha
otpe3ku: | — mepuctema, 2 mm; Il — 30Ha 6e3 KOpHEBBIX BOJOCKOB, 2-7 MM; Il — 30Ha,
coAepKalas 3a4aTKu KOPHEBBIX BOJIOCKOB, 7-12 mwm; IV — 30Ha MOJOABIX KOPHEBBIX
BOJIOCKOB, 12-17 MM; V — 30Ha 3aKOHUYMBIIMX POCT KOPHEBBIX BOJIOCKOB, 17-22 MM OT
KOHUYMKa KopHs (puc. 5) (Axkumona u ap., 2004; JlomoBatckast u np., 2018). Kaxnapiit
oOpasell pacTupajii B CTEPWIBHOW BOJIE, IOCJIE YEro Jeialyd CEPUU pPa3BEICHHM
roMOreHara Jyisl MOJydeHUsl PacCesSHHOro rnoceBa Ha yamku [letpu ¢ arapu3oBaHHOU

Cpelloi, aHAJIOTMYHOM 10 COCTaBY >KHAKOM cpejie KylbTuBHpoBaHusa Oaktepuii. Uepes 3
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CYyTOK MoJcuuThiBanu KononueoOpazywnme eaunuisl (KOE). B skcnepumenTtax

UCIOJIb30BaM N0 10 IpOpPOCTKOB.

Vi A% v I I |
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T————-—

} 35-40 MM |

Pucynok 5. Cxema J1eneHuss NPOPOCTKOB TrOpOXa Ha YYacTKH, COCTABJIEHHAs HAa OCHOBAHHUM
auTepaTypHbIX naHHbBIX (Maxkaposa, Hypmunckuii, 2005; Ho, 1994). I — mepucrema (0-2 mm); II —
Y4acTOK, COJEpKallluii 3a4aTKU KOPHEBBIX BOJOCKOB — 2-7 MM; III — 30Ha MOIOABIX KOPHEBBIX
BOJIOCKOB — 7-12 mMMm; IV — 30Ha chopMUPOBaHHBIX KOPHEBBIX BOJOCKOB — 12-17 MM; V — 30Ha cTaphix
KOPHEBBIX BOJIOCKOB — 17-22 MM; VI — snukoTusb.

2.5. Naky0anus npopocTKOB ropoxa ¢ n-oyrupmi-uAM®
Jns yBenumdeHus BHYTPUKIETOYHOrO YpoBHA HAM®P B KOpPHSIX IPOPOCTKOB

ropoxa, 3T MPOPOCTKH HHKYOHUpoBaiu 10 MHUH C pa3IMYHBIMU KOHIEHTpAIUSIMHU N-
oytupuin-uAM® (5/10/30/50 uM). Ilociie OKOHYaHUSA 3KCHO3ULUUA MPOPOCTKH
IPOMBIBAJIM BOJOW M, B OJHOM BapHaHTE OMbITA CpPa3y aHAIU3UPOBAIU COJEPKAHUE
snnorenHoro H,O,, B Apyrom KOpHH MPOPOCTKOB MHKYOMPOBAIM €IE 5 MUH C OJIHOM
u3 KyaeTyp O6akrepuii (JlomoBarckas u ap., 2020).

Bo Bcex ciy4yasix KOpHU JEIUIN Ha BBIIIECYNOMSHYTBHIE 30HBI U B KaXIOW U3 HUX
ONpeeIsId KOHIIEHTpaluto BHyTpukiaeTounoro H,O, u tAM®.

Bnusitnue n-0ytupun-uAM® (ombIT) OlleHUBANM, CPAaBHUBASI ¢ COOTBETCTBYIOIIUM
pe3yJabTaTOM y IPOPOCTKOB, AKCIOHMPOBAHHBIX Ha BojJe (KOHTpoib). B ciydae n-
oytupuii-uAM® + Oaktepuu (OMBIT) B KauyeCTBE KOHTPOJSI CIY>KWJI BapHaHT C

COOTBETCTBYIOILIEH KOHUEHTpanuen n-0ytupuia-uAM® (6e3 Oaxrtepuii) (JlomoBarckas

u ap., 2020).

2.6. Muky6anusi NpOpoCTKOB ropoxa ¢ CypaMUHOM
Jns yMeHbpIIEHNs KOHIIEHTpPAUUU BHYTPUKIETOUYHOTO HAM® mpopocTku ropoxa

Ha 30 muH nomemanu B 800 MkM pacTBoOp cypamuHa, UHTUOUTOpPA TpaHCMEMOpaHHOM
agenunatiukinasel (IllmakoB u ap., 2008), npurotomneHHwsii Ha 0.3% pactBOpe

nuMeTwicynbdokenaa (st oOyierdyeHuss TMPOHUKHOBEHWs ). Jlaiee MPOpPOCTKH
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OTMBIBAJIX BOJOM M B IMEPBOM Cllydae Ccpa3y HCIOIb30BAIU ISl OINPEACIICHUS
KOHIIGHTpAIlMM Mepokcuaa Boaopoaa u UAMD, Bo BTOpoM clydae 5 MUH
WHKYOUPOBAJIM C CyCII€H3UEW OJHOTO M3 BUJIOB OaKTepuil, a 3aTeM JECIUINA HA 30HBI U
NPOBOAWIM aHAIU3 Ha cojepxkanue sHAoreHHoro H,O0, u nAM®. PesynbraThl
BBIpOKAJM B TMPOIEHTaX K KOHTpodto. BriusiHue cypamuHa (ONBIT) OMpenessiiu,
CpaBHHBasi C COOTBETCTBYIOLIMM PE3YJIbTATOM y IMPOPOCTKOB, IKCIIOHHMPOBAHHBIX Ha
Bo/ie (KOHTpOJIb); TMOCIEAOBATEIbHOE BIUSHUE cypamMuHa + OakTepuu (OMBIT) —

MpUHUMAas 32 KOHTPOJIb BapuaHT “‘cypaMuH’’ 06e3 6aktepuii (JlIomoBaTckas u ap., 2020).

2.7. OnpenesieHne AKTHBHOCTH KOMIIOHEHTOB a/IEHWIATUMKJIA3HON CUTHAJILHOM
CHCTEMBI
s ompeneneHrus: aKTUBHOCTA KOMIIOHEHTOB aJICHWIATUHUKIA3HON CUTHAJIbHOU

CUCTEMbl KOPHHU IPOPOCTKOB (IIOCJI€ KOMHKYOAaUUU ¢ OakTepUssMM M OTMBIBaHMUS)
(GukcHpoBalii B JKUJIKOM a30T€, pa3pe3ajd Ha COOTBETCTBYIOIIHME OTPE3KH, KOTOPHIE
3aTeM pacTUpalid B cpejie BbleNeHus cuenayromiero cocrasa: 0.02 M docdarnbiii
oydep, pH 7.2; 10 MM Teodpmmmun (narudutop 3',5-utAMD dochoauscrepassl); 1 MM
mutuorperton; 10 mxr/mn  penmnmeruncynb@onmndropun (OGMCD, wuHrudbuTop
nporeasd); 50 Mxr/mn rugpokcumepkypuiibenzoatr (I'Mb, wunruburtop nporeas); 1
MKT/MJI JieinenTuH (MHruouTop mporeas). ['omorenar nenrpudyruposanu npu 16 000
g B Teuenue 20 muH (“Allegra 64 R”). [TonyuyeHHsblil cynepHaTaHT LHEHTPUDYTHPOBAIU
npu 105 000 g 90 mun (“Sorvall Discovery 90 SE”). Ocanox 6b11 ipuMepHo Ha 75%
oOoramieH MjIa3MajJeMMOW, B HEM OINpeAeNsM aKTUBHOCTb TpaHCMEMOpaHHOU
ageHunatiukiasel (TAL[), B cynepHaTaHTe, cBOOOJHOM OT MeMOpaH — aKTUBHOCTH
pactBopumoi aaeHwnatuukiasel (pAll) m xonunentpamuio HTAM®D. OO6pasubl s
onpeaeneHuss TAM® narpeBasim o 100°C B TeueHwe 3 MHUH [JI1 WHAKTUBALMHA

dbepmenToB (JIomoBarckas u nip., 2018).

2.7.1. Onpenenenue aktuBHOCTH TALL n pAIL{
Peakuuio HauMHAIM C BHECEHHS pAaCTUTENBHOTO oOpasna B koiudectBe 100-

150 Mkr 6enka/r ceipoit Maccsl B 500 MKJT HHKYOAILIMOHHOM Cpefibl B IPOOMPKHU THIIA
Smnennopd: 50 MM tpuc-HCIL, pH 7.2, 0.1 MM Tteodrnun, 1MM nutnotpeiitomn, 0.5

MM AT® (“Sigma”, CIIA). B npoOsl, comepxkamiue ocanok, godapmsuim 3 MM
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MgSO, («Peaxum» Poccus) B kauectBe kodaktopa TAILl, a B mpoObI, comepxariue
cynepHatanT s aktuBanuu pAlLl mo6asmsmm 3 MM MnCl, («Peaxum», Poccust) —
nns aktuBauuu pALl. Peakuuio mnpoBoawiIM mOpu 27C B Teuenne 30 MUH H
OCTAHABJIMBAIM KHUISYCHUEM B TCUCHHHM 3 MHUH Ha BOAsiHOUW OaHe. OO aKTHBHOCTH
o0eunx (HopM aJIeHUNIATIUKIIA3bI CYyIUIIU 10 KOHIeHTpau TAM® B mpobe, KOTOpyro
pPaCUUTHIBAJIA MO KaJTUOPOBOYHOM KPHUBOW M BbIpaxkanu B HM mAM®D/Mr Oenka B
muH. KomnuectBo nAM® onpenensiiu ummyHodepmeHTHBIM aHanu3oMm (ELISA)

(JTomoBatckas u zip., 2018).

2.7.2. OuncTka 00pa3uoB OT NpUMecel IPYruxX HUKINYeCKUX HYKJICOTHIO0B C
MOMOIIbI0 HEUTPAJILHOM OKMCH AJTIOMHUHMS
HeiiTpaabHBIM OKCHIOM AIOMHHHS 3aOJHSUIA KOJIOHKY TOJIIHHOM c1ost 1 cM’,

3aTeM ypaBHOBewmMBaiu Oydepom ans BwiaeneHud. [locie storo Hanocwnmu 1 mi
pacTBOpa, COAEPIKAIIUI CYNEpHATaHT WM OcaloK. OcaloK peCyCIIeHINpOBaIA B
Oydepe g BBIIENEHUS, COCTaB KOTOPOrO MPUBEIEH BBIIIE. OJIIOMPOBAHUE
IPOBOAMIIN TeM ke OypepoM. AHanu3 CreKkTpa BEUIECTB OCYIIECTBISIN C MTOMOIIBIO
xpomatorpaduueckoro odopynosanus (“Uvicord”, IlIBerus), npu AJIMHE BOJHBI 276
HM. Cranaaptamu Ciaykuwid ajneHo3uH, 5 -AMO®, tAM®, ul' M®, uTM®, ul[MD
(“Sigma”, CIIIA) B xounentparuu 100 nM. Crnenyer OTMETUTD, YTO IIIOMPOBAHUE
HAM® npoxoauso paHblle Ipyrux coeAuHeHuil. Ero MoHO ObLI0 0OHApYXUTh BO
BTOPOM MWJUIMJIUTPE 3JK0ATa, YTO COOTBETCTBOBAJIO JUTEPATYPHBIMH JaHHBIMH
(White, Zenser, 1971). O6muii 00beM 3J1rH0aTa COCTABIISI OKOJIo 8 Mil. Jlanee amoat
ynapuBaiu Ha poropHoM wucnaputene (Rotavapor® R-300), cyxoil ocraTok
pactBopstiu = B 100%  gumermncynbdokcune («Peaxum», Poccus). 3atem
uentpudyruposanu npu 20000g B Teuenue 5 muH. Jumeruncynbdokcua U3 ocaaka
yaansanu aueroHoMm («2xoc-1», Poccust). IIpoOy BbIcylIMBanu Ha BO3AyXe MpHU
KOMHaTHOM Temmeparype. KomuyectBo UmAM® onpenensyii ¢ HOMOIIBIO

uMMyHopepMeHTHOro aHanu3a (JlomoBatckas u ap., 2005).

2.7.3. UmmyHo(pepmeHTHBIN aHaan3 (UDA)
AHanu3 HauMHAIW ¢ UMMOOWIM3AIlMK aHTUTeHA Ha TTOBEPXHOCTH TuiaHimeTa. C

TOM UENbI0 B JIYHKH MOJUCTUPOJIOBBIX TuiaHiieToB migs MDA («JleHuHrpanckuii
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3MII», Poccusi, TY 64-2-278-79) Brocunu 1o 0.1 M cMecu cieayromiero cocrasa: 1
M uccnenyemoro oopasma + 0,08 mi 25%-noro rirytapoBoro ampaeruiaa («Sigmay,
CHLIA) + 1 mr/mn BCA («Sigmay, CIIA). Ilnanmers uHKyOupoBanu 15 yacoB npu
37°C u nynku Tpuxabl npombiBaiu 6ydepom OTHC (0.02 M Na-docdaTuslit 6ydep,
0.1 M NaCl («Peaxum», Poccus), 0.3 % Teun-20 («Ferak», I'epmanus), pH 7.0).
3ateM Mg MPENOTBPAIICHUS HECHEIM(PUYECKOTO CBSI3bIBAHUS AHTUTEN C TBEPJbIM
HOCUTEJIEM B KaXIyl JYyHKy goOapmsuii mo 0.1 M JomaauHON CHIBOPOTKH
(«Amnepren», Poccust), pazBenennoit 1:10 ®bC (OTBC 6e3 TBMHA) W IUIAHIIETHI
BoiepxkuBain 1 9 npu 37°C. Ilocne 3Toro B ayHKr BHOCWIX 1O 0.1 MJI mepBUYHBIX
KpOJIMYBUX aHTUTEN, crienuduunbix npotuB HAMO® (“Sigma”, CIIIA), pa3BeaeHHBIX
B ®BC (B cootnomenuu 1:10000). Martepuan unkyoupoBamu 2 4 mpu 37°C u
npombiBau Tpuwxkapl OTHC. 3aTtemM moBTOpsiam 00pabOTKY 00pa3loB JOIMIaAMHOM
ceiBOpoTKOil. Jlamee B syHkn BHocwid mno 0.1 M MeUYeHBIX NEPOKCHUIA30M
BTOpUYHBIX KO3bux aHTutTen (“Sigma”, CIIA), passenennnix B 0.1 M xapboHaTHO-
oukapoonatHom Oydepe ( pH 8.3) m uepe3 1 9 uHKyOamuu npu KOMHATHOU
temneparype orMmbiBaid Tpuxabl @THC. [locme 3TOro ocymecTBisiin TPEXpa3oBoe
npombiBaHue JTyHOK miaHiieToB 0.1 M docdarno-uutparasim Oydepom (pH 5.6) mis
yaaleHus  JIeTepreHTa,  CO3Jaloliero  BbICOKMM  GOH  Hecnenuduueckoro
OKpamuBaHus. 3aTteM B  Kaxayoo JyHky jgo6asmsumm 0.1 Mo 0.16%
oprodpenmnenanamuna («Sigmay», CIIIA), pactBopeHHOro B (pochaTHO-IUTPATHOM
oydpepe pH 53 u 3 mxn 3% mnepokcunma Bojmopona. Peakumss Ha mepokcuaaszy
pa3BuBasiack B TeueHue 20 MuH. E€ ocraHaBmmBanu ¢ nomombio 4 N cepHOU
kucioThl («Peaxum», Poccust), 100 mxin/Ha nyHKy. VIHTEHCMBHOCTBH MOTJIOILIECHHUS
CBETa OMpeNesUlM Ha IUIaHmeTHoM crekTpodotomerpe «ANUDP-01 VYuumman»
(®T'VII Beepoccuiickuii Hay4YHO-UCCIIEN0BATEILCKU MTHCTUTYTONTUKO-(DU3UUYECKUX
u3Mepenuit, Mocksa) npu jgyuHe BoJHBI 490 HM. KonTponem ciyxun Oydep s
BBIJICICHUST 0€3 pacTUTENhHBIX 00pa3noB. KamuOpoBOUHYIO KPHBYIO CTpPOWIIH,
UCIONIBb3Yysl pa3Hble KOoHIeHTpauuun TAM® (“Sigma”, CILA). 3a HuxHuil npenen
YYBCTBUTEIHHOCTH ONMHMCAHHOTO BhIMIe MeToja Opammu 10 mMons TAM® Ha onHy

npoOy (JlomoBatckas u ap., 2005; 2018).
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2.8. OnpenesieHue BIUSHNUS MEPOKCHIA BOIOPOA HA AKTUBHOCTh
TpaHcMeMOpanHoii (TALL) u «pacTBopumMoin» (pALL) axeHMIATIMKIA3 U3 KJIETOK
KOPHSI MPOPOCTKOB ropoxa

Jlns  WccienoBaHUsT MCIOJNB30BAIM II€JbIE KOPHHM IIPOPOCTKOB TrOpoOXa.

KoHTponeM cinykuiii nMpopoCTKU, SKCIIOHUPOBAHHBIE HAa BOJE, TOT/IA KaK OINBITHBIM
BApUAHTOM CIIYXXHJIM MPOPOCTKH, WHOKYJIMPOBAHHBIC B TECYCHHE 5 MUH OJHUM W3
BUJIOB OaKTEpHil.

['omoreHnsanui0  OTCEYEHHBIX KOPHEHM MPOBOAWIM IO  CTAaHAAPTHOM
BhIIIENpUBEICHHON cxeMe (1. 2.6). Jlasiee K pacTUTEIbHBIM 00pasiiaM, coiepKaliium
pAll / TAlLl, Bxmouatromum 100-150 Mkr Oenka /r ceipoir maccel B 500 MK
MHKYOAIlMOHHOW Cpenbl, COCTaB KOTOpOoW mpuBeAeH Beime (m. 2.6.1.), mobaBisiu
H,0, B xoneunoit konueHtpanuu 100 HM / 260 uHM / 2.6 MxM /26 MkM. Peakiuto
npooauiid npu 27°C B teyeHne 30 MUH, 3aT€M OCTAHABIMBAJIM KUIISTYEHUEM B
TeueHHe 3 MUH Ha BOJISTHOM OaHe.

Conepxxanue TAM® B kiIeTkax KOpHS MPOPOCTKOB ropoxa BbIpakaiu B HM
HAM®/mMr 6enka. benok B mpobe ompenensuin no metony bpandopn (Bradford,
1976).

2.9. OnpenesieHue KOHUEHTPAUMHU EPOKCUIA BOAOPOJA B KOPHAX NPOPOCTKOB
ropoxa
Konuenrpamuio sngorennoro H,O, onpenensyiini B roMOreHare OTpe3KOB KOPHEH

npopocTkoB  ropoxa FOX-mMeTonoMm, OCHOBaHHOM Ha M3MEHEHUU  OKpaCKHU
KcuiieHosoBoro opawkeBoro (Galletti et al., 2008). Jlns 5Toro wucmnoiab30Bajiu
PEAKIUOHHYIO CpENy, COCTOSIIYH, M3 ABYX pacTBopoB. PactBop 1: 25MM FeSOy;
25MM (NH4),SOy; 2.5M H,S0O,. PactBop 2 BrItOYan 125 MKM KcuiieHOIa OpaHKEeBOTO
u 100 MM copOuta. PactBopsl 1 u 2 cMemuBany HEMOCPEACTBEHHO TEPE]l AaHATIU30M B
npornopuun  1:100, COOTBETCTBEHHO. 3aTeM K PACTUTEIBHOMY OOpasily 100aBIsv
MOJIYYCHHYIO cMech B mpornopimu 1:10, cooTBETCTBEHHO, U MHKyOHpoBanu 30 MuH B
TEMHOTE, MOCJIE YEro U3MepsIi KOHUEHTPALMIO EPOKCHIa BOAOPOIA HA TUIAHILIETHOM
cnekrpoporomerpe «AUDP-01 Vuumman» (OI'VII Bceepoccuiickuii  HaydHO-
WCCJIEIOBATENILCKUIT MHCTUTYT ONTHKO-(QU3MYECKUX H3MepeHui, MockBa) mpu JIIuHE

BOJIHBI 595 uM. KoHIleHTparuio nepokcua BoJopoia Beipaxai B HMojb Ha Mr Oerka.
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Jlst aHanM3a UCTONB30BaNId | T KOpHEH MpOpOCTKOB Topoxa. KannOpoBouHyIO0 KPUBYIO
CTPOWJIU MO Pa3IUYHBIM KOHILIEHTpalMsIM nepokcuaa Bogopoaa (Kyszakosa u ap., 2019).
KoHueHnTpamuio nepokcua BoJI0poJa BeIpaKaild B OTHOCUTENbHBIX €IUHUIIAX, HMOJb
H,0, Ha mr Oenka. J{ng aHanu3a uCnoib30BaM | T KOpHEH MHPOPOCTKOB TOpoXa.
Kanu6GpoBouHy0 KpUBYIO CTPOWJIM, HUCIOJIb3Ys pPa3Hble KOHIEHTpAIlMU MEpOKCuaa

Bojopoja (Kysakosa u nip., 2019).

2.10. CraTucTnyeckasi 00padoTKa TaHHBIX
Uccnenoanust npoBoauwian B 3 OMOJOTMYECKUX MOBTOPHOCTAX. OmnpeneneHue

KOE Oakrepuii mpoBoawsid B 4 aHATUTUYECKUX TOBTOPHOCTSIX, OMOXMMHYECKUE
aHanu3bl (onpeaenenue kKoHueHTpauu HAM® u H,0,, aktuBnoctu TAILL u pALl) B 8
aHAJIMTUYECKUX MOBTOPHOCTSX.

JUtst cTaTUCTUYECKO 00pabOTKU pe3ylnbTaTOB MCIIOJIB30BAIM ITporpaMmy Sigma-
Plot, ¢ mnomompBIO KOTOPOM BBIUKCIAIM OOIICHPUHATHIE TIOKA3aTeNU: CpelHee
apu(meTnyeckoe 3HaUCHHUE, CpPEeHEE KBAJPATUYECKOE OTKIOHEHHE, OJHO(PAKTOPHBIN
JIMCTIEPCUOHHBINA aHANIU3 JJIs1 HE3aBUCUMBIX BBIOOpPOK, kpuTepun Hbromena-Keiicia (q)
u Jlannera (q’), xoaddunuent xoppeisuuu (r). 3HAYUMOCTb PATUUANA MEKIY
Bapuantamu omnbita (P) npu yucne cremneneid cBoOobl n' = n — 1, rae n — KOJIMYECTBO
ononornyeckux noBTopHocTel axkcnepumenTa (Mibun, 2011; I'nanu, 1999). I'paduxu n
JMarpaMMbl TIOCTPOEHBI ¢ TIOMOIIBIO TakeTa nporpamm Microsoft Excel. Ha rpadukax

MNPUBCACHBI CPCAHUC 3HAYCHUA U CPCAHCKBAAPATHICCKOC OTKJIIOHCHHUC.
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3. PE3YJIBTATHI U OBCY/KJIEHHUE

3.1. OcoO0ennoctu aare3uu naroreHoB P. syringae pv. pisi u C. sepedonicus, a
Takke MTaMMoB R. leguminosarum bv. viciae, orim4aomuxcs mo 3(pPpeKTUBHOCTH
cMMO0MO03a HA PAa3JIMYHbIX YYACTKAX KOPHA IPOPOCTKOB ropoxa

Oco0eHHOCTBI0O OO00OBBIX SIBISETCSI TO, YTO HE BECh KOPEHb IPOPOCTKOB

o0nasaeT BOCHPUUMYHMBOCTHIO K pPH300MSAM, a TOJNBKO €ro OTJAEJIbHBIC YYacCTKH,
OTIIMYAIOUIUECs IO CTeNeHu C(HOPMUPOBAHHOCTH KOPHEBBIX  BOJIOCKOB, T.€.
NPUCYTCTBHIO Ha HUX 3a4aTKOB, MOJIOJIBIX MJIM 3peJibIX KOpHEBbIX BosiockoB (Ho et al.,
1994). B Hacrosimieil paboTe Ha OCHOBAHMHM [JAHHBIX CBETOBOM MHUKPOCKONHUHU C
MIPUBJICUEHUEM JIMTEpAaTypHbIX HaHHBIX (MakapoBa, Hypmunckuii, 2005) nmepBUYHBIMN
KOPEHbB MPOPOCTKA Topoxa AMUHOM 35-40 MM JIenuii Ha TSATh YYaCTKOB B COOTBETCTBUU
CO CXEMOM, MpEACTaBICHHOM Ha puc. 5 pazgena 2.4. U HCCICAOBAIM HAa HUX
WHTEHCUBHOCTD aJIr€3u CICAYIOMUX BUJIOB Oaktepuit: Rhizobium leguminosarum bv.
viciae (Rlv) — cumOuoTuueckoro azotduxcaropa, Pseudomonas syringae pv. pisi (Psp)
— BO30ynutensi OakTepuanbHOro oxkora ropoxa, Clavibacter sepedonicus (Cs) —
OaKTEepHAIBHOTO BO30YIUTENS KOJIbIEBOM THWIM Kaprodens. Ilpuuem RIv Obln
npeactaBieHbl Tpems mrammamu: 1022 — sddextuBnbiii o azordukcauuu, 1064 u
1065 — HespdexTuBHBIE NO HTOMY MOKA3aTEI0 MU KOHKYPEHTHOCIIOCOOHBIE TIO
uHpunmrposanuto (ITacnopt 6akTepuanbHol KynbTypsl BKM).

UTOoOBI BBISIBUTH PA3IMYUs MEXKIY a/ire3uel CAMOMOTUYECKHUX a30T(PUKCATOPOB U
dbuTonaToreHaMyd Ha paHHUX dTalax B3aWMOJIEHCTBUS C KOPHEM IMPOPOCTKOB TOPOXa,
MHTEHCUBHOCTh 3TOro mnpoiecca y 3¢¢exktuBHoro mrtamma Rlv 1022, a Takxe
natoreHoB Psp u Cs B pa3lM4HbIX y4acTKaxX KOPHS MMPOPOCTKOB ropoxa HUCCIEeI0BaIH
yepes 5, 15, 120 n 360 MUHYT HHOKYJIALIUY.

[IpoBeneHHbIE HCCIENOBAHMS MOKa3aldd, 4YTO 4Yepe3 S5 MHUH HWHKyOauuu
HauOoJbIee KoMudecTBO KosioHueoOpasyrwomux emaunuil (KOE) Rlv (mramm 1022)
Habmopaanocs B III, IV u V 30nax pocra kopHs (puc. 6). Uepe3 15 MUH HHTEHCUBHOCTD
aare3vy B TEX e 30HaxX Bo3pacTaia, a 3ameTHoe konnyecTBo KOE nabmromanocs u Bo
IT 30He, coaeprkaleil 3a4yaTKd KOPHEBBIX BOJIOCKOB. Uepe3 120 MUH MHTEHCUBHOCTH

ATOTO TpoIiecca MpoIosikaia BO3pacTarb, B HAaMOOJIbIel cTerneHu B 30He [V (puc. 6).
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Pucynok 6. ntencuBHocts aare3un R. leguminosarum bv. viciae (3pdextuBnbii mramm 1022) B
30HaX pocTa KOpHsS MPOPOCTKOB ropoxa. n =3, m+ S.E.
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Pucynok 7. VIHTEHCHBHOCTb aAre3UH Pa3IMUYHBIX IITAMMOB R. leguminosarum bv. viciae B 30Hax
pocTa KOpHs MPOPOCTKOB ropoxa yepe3 360 MUH KOMHKYOAITMU C KOPHSIMHU IPOPOCTKOB TOpoxa. n =3,
m+ S.E.

* - paznuums cratuctudecku 3HauuMbl (P < 0.01) npu cpaBHeHun Mexay coOoil rpynn «RIv 1022y,
«RIv 1064», «RIv 1065» o kputeputo Hetomena-Keiicna.

Yepesz 360 mun aaresust R/v Obuia HaubGosee nHrteHcuBHOM B III-V yuacTkax
KOPHS, COJIEPKAILMX KOPHEBBIE BOJIOCKH pa3HOU JTMHBI (pUC. 7).

WNurtepecno, uro 3a 360 MUHYT WHKyOaluu, HECMOTPS Ha YCUIUBIIYIOCS
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anresuto, Rlv He OKa3aJy BIUSHUSA HA POCT KOPHEH MPOPOCTKOB ropoxa B JUIMHY (Tal.
1).

Hcxons w3 pe3ynbTatoB UCCIEAOBaHMS 1O aare3ud 3(POEKTUBHOTO IO
cuMOMoOTHYeCKONW a3oTdukcamuu mTamma puzoduid  (1022), SKCIEpUMEHTHI ¢
Hed(pdexkTuBHBIMU ITaMMamMu RIv (1064 u 1065) npoBoauan Toabko yepe3 360 MUHYT
MHOKYJISIIMKU. Pe3yiapTaThl TPOBENEHHBIX HCCICAOBAHUM TOKA3alld CYIIECTBEHHBIE
pa3nuyus 10 MHTEHCUBHOCTH aAre3uu yepe3 360 MuH mociae NHOKYISIUU: KOJIHMYECTBO
HE0OpaTUMO MPUKPETIMBIIMXCA K TOBEPXHOCTH KOpHA OakTepuit mramma R/v1065 Obuio
3HAUYUTEJILHO MEHbIIE, YyeM OakTepuid mrtamma 1064 (puc. 7). B Haubosbieit creneHu
aare3uss HeAa(p(EKTUBHBIX MITAaMMOB pu3zoOuii Habmonanace B III-V 30Hax KopHhs,
aHAJIOTUYHO C HA(PGEKTUBHBIM IITaMMOM. B »nukoTuie, Kak B oOpraHe, He
KOHTaKTHPYIOLIEM C OAKTEpHsIMU, aAr€3UH He Habmroganock (puc. 7).

[laToren, cienuduueckuit st ropoxa, Psp, IpOAEMOHCTPUPOBAT OTIUYHYIO OT
pu300mii muHaMuky aare3uu (puc. 8). B teuenue 5-15 mMuH uHKyOanuu HauOosibliee
konmuectBo KOE Psp nabmonanocs Bo II, III, IV u V yuactkax (5-15 MuH), kak u y
s dexTuBHOrO MTamMMa R/v, mprudeM UHTEHCUBHOCTD ajire3un Psp Oblia Boile (puc. 8).
Opnnako yepe3 120 MMH HHTEHCUBHOCTB 3TOT0 MIpouecca y Psp pe3ko CHHKAJIACh TOYTH
BO BCEX ydacTkax, a depe3 360 MuH aaresus 3TOro (PUTONATOTeHA YXKE€ TMOITHOCTHIO
OTCYTCTBOBajia Ha BCEX Y4YacTKax KOpHsS ropoxa (puc. 8). Brnusaus Ha pocT KOpHEH
MPOPOCTKOB ropoxa 3a 360 MUHYT UHKYOaIuu Psp He OKa3bIBajl, aHAIOTHYHO RIv1022
(Tabm. 1).

Tak kak TOpoX He dBisieTcss pacTeHueMm-xo3situHoMm mia C.  sepedonicus,
MHKYOAI1IO MPOPOCTOKOB C ATUM MATOr€HOM MPOBOJIUIIN TOJIBKO B T€UEeHHE S U 15 MUH.
HccnenoBanus nokasainu, 4to ajare3ust Cs MOJIHOCTHIO OTCYTCTBOBaIa HA BCEX y4acTKaxX

kopHs. I1o 3Toit npuunne rpaduk aare3un Cs HE PEACTABIIEH.
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PucyHnok 8. IHTCHCUBHOCTD aare3un P. syringae pv. pisi B 30HaX pocTa KOPHS MPOPOCTKOB ropoxa. n
=3, m=S.E.

Taoauna 1
Brnwusiaue RIv u Psp Ha JUIMHY KOpHE# MPOPOCTKOB ropoxa yepe3 360 MUHYT 1MOCIie HHOKYISIHH

Bapuanr | Ucxonnas nuHa | Jlnuna — xopue#t | [Ipupoct kopus, | Kpurepuii
KOpHEM, MM yepe3 360 MuH | MM CrprozieHTa, t
WHKYOallK, MM
KonTpons | 35.1 £2.7 37.4+3.6 2.3
Riv 34.7+2.5 373+3.6 .5
2.6 Paznuums Hegoct
Fsp 358423 37.843.7 0.6
24 Pazmmuns senoct

«RIlvy - mpopoCTKHU TOpOXa, HHOKYJIUpOBaHHBIE R. leguminosarum bv. viciae

«Psp» - IpopoCTKHU ropoxa, UHOKYIUPOBaHHbIE P. syringae pv. pisi

B kadecTtBe KOHTpOJIs OBLIM B3SITHI MIPOPOCTKU, MHKYOMpoBaHHbIE Ha Boje. Kpurepuit CThroneHTa
pacuyMTHIBAJIU MPU CPAaBHEHUHU TPYNIIBI «RIVv»/ «Psp» ¢ KOHTPOJIbHOM.

n=5;m=S.E.P<0.01.

B mpupone necnerduieckas cragus aare3un 0akTepuil Ha MOBEPXHOCTH KIETOK
pacTeHuil 00ycioBieHa (U3UKO-XUMHUUYECKHUMH TapaMeTpaMu U TMpU OJaronpusiTHBIX
00CTOSTENBCTBAX NEPEXOAUT B crnenuduyeckyro ¢azy (3Barunues u ap., 2005). Ilo
JUTEpPaTypHbIM AaHHBIM (3BAruHIeB U Ap., 2005), npucoeIuHeHue Apyr K JIpyry, a
3aTeM U 00pa30BaHME MUKPOKOJOHHUM OakTepHuil 3aHUMAET OT HECKOJIbKUX MHUHYT 110 2-
4 dgacoB (Turgeon, Bauer, 1982), xorma B mpollecC NPUKPEIJICHUS CO CTOPOHBI
OakTepuil BKIIIOYAIOTCA HK3omojaucaxapuasl, ¢umOpuu IV u V Tumos, paznuyHbie
aare3unbl U Quaremmunbl (Bhuvaneswari, 1980). Aare3unsl u Quarenisipasie 0Ky
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NPEICTaBISIIOT co0oil Hecneuunduueckne (akTopsl BUPYJIEHTHOCTH, HPUCYTCTBYIOT
NPAKTHUECKH Yy BCEX BHUAOB TIpaMOTPHUIATENbHBIX OaKTepuil, HE3aBUCHUMO OT
cneruanu3anuu (Ceperuna u nip., 2008) u obecneunBaroT HeCEU(PUIECKYIO aJITE3UI0,
KOTOpasi HaOJIoAaNach B HAIIUX SKCIEPUMEHTaX MPU KPATKOBPEMEHHOM, B T€UEHHUE 5-
15 MuH, B3aUMOJICHCTBHHM KOPHEHM MPOPOCTKOB Topoxa ¢ Rlv, a Takxke ¢ Psp, HecMOTps
Ha TO, YTO OOBEKTaMU MH(PUIIMPOBAHMS ITOrO MATOr€HA SBISIOTCS JIUCThSI, CTPYUKH U
CEMEHa ropoxa, HO H€ KOpHH. lIpum 3TOM moOYTHM MOJIHOE OTCYTCTBHE aiare3uu Psp B
ydacTKax KOpHsS MPOPOCTKOB ropoxa yepe3 120 MUH CBUIECTENBCTBYET 00 OKOHYAHUU
cTaauu Hecreuupuyecko aaresun. B oTnmume oT mceBOoMoOHaA, ansi R[v KOpHH
IIPOPOCTKA TOpOXa SIBJISIOTCS €CTECTBEHHOW HHUINEH OOWUTaHUS W YCHJICHUE aAre3uu
aTux OakTepuit yepe3 120 u 360 MUH MOCTIe HHOKYJISIIIUU CBUIETEILCTBYET O MEPEX0/Ie
K crnenuduuecKkod CTaauu B3aMMOJICUCTBUSL C MPOPOCTKaMu ropoxa. B psge pabot
MOKa3aHo, 4To pu30ouu yxke uepes 180 MUH mociae HHOKYIISIIIUN TPOHUKAIOT B Y4aCTOK
KOpHS, COJEp)Kallluid 3a4aTKM KOPHEBBIX BOJIOCKOB (AkumoBa u ap., 2002;
Bhuvaneswari et al., 1980). B Hamux wuccieqoBaHUSX HHOKYJISIUS OAaKTEPUSIMU
IIPOU3BOAMIIACH HAa 3-€ CYTKH pPOCTa, YTO COOTBETCTBOBAJIO HAYaldy CTal[MOHAPHOMN
ctaguu. Panee ObUIO MOKa3aHO, YTO HMMEHHO Ha J3TOM dTamne y R/[v Bo3pacrana
aKTUBHOCTh IIeJUTIoNIa3bl M mekTuHasbl (JlomoBatckas u  ap., 2015), xoropsie
HE0OX0MMBI OaKTEePUsIM JIJIsl IPOHUKHOBEHHS B KOpHEBBIE BoJIocku ropoxa (Robledo et
al., 2012). Takum 00pa3oM, pU300MH JIOBOJBHO OBICTPO BKJIIOUAIOTCS B IPOLECC
aAre3ud W MPOHUKHOBEHUE MOKET HAYMHATHCS TOpa3I0 paHbIIE, YeM OTMEYEHO B
muteparype. Ilpu stom ycunumasics anresuss RIv1022 yepe3 120 muH u, Hambosee
uHTeHcuBHasl, yepe3 360 muH B III-V 30Hax 00ycioBieHa TPUKPEIUVICHUEM OaKkTepuil B
30HaX 0oJiee IIMHHBIX KOPHEBBIX BOJOCKOB.

Crnenyer 3aMeTUTh, YTO HE3(PPEeKTUBHBIE MO a30TPuKcanuu wrammel Rlv (1064,
1065) nposiisuin 60j1ee HU3KYIO MHTEHCUBHOCTH aare3uu, 4eM 3(PGEeKTUBHBIN IITaMM
RIv1022 4T0, BO3MOXHO, CBSI3aHO C OTJIMYHMSAMH B COCTaBE HX 3K30IOJHCAXapHUIOB,
JuTIonorcaxapuioB v riokaHoB (AHTunmuyk, Kocenko, 2004; Castellani et al., 2021).
N3BecTHO, YTO IITaMMbl pU300Mi, Ae(PEKTHBIE MO COCTaBY SK30IMOJIMCAXapUIOB U

JIUTIONOJIMCAXapUIOB, OTJIWYAIOTCS TOHIKEHHOM ajre3neil Ha KOPHSAX OO0OOBBIX H
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dbopmupytor HedphekTuBHBIE KyOeHbkH (AnTHTYyK, Kocenko, 2004). MHokymsums
mrammamu R/v1064 u 1065 mpuBoautT K 00pa3oBaHUIO KIyOCHBKOB, KOTOPHIC HE
buxcupyroT azot ([Tacnopt 6akTepuanbHOM KyIbTypbhl BKM).

Takke HEMaJTOBaXKHYIO POJIb B IIPOLIECCE aAT€3UH PU300UMI UTPAIOT MOJIEKYIbI U
CTPYKTYPBI, BXOJSIINE B COCTAaB KJIETOK KOPHEBBIX BOJIOCKOB 0000BBIX. B wactHoCTH, ¥
9YKapuoT, B TOM 4YHCJI€ W PACTCHHM, HEJABHO OBbUIM BBIABICHBI 0COOBIE OEIKHU
I1a3MaTHYeCKOM MeMOpaHbl — TETPACIaHUHbI, CIIOCOOHBIE B3aUMOJIEWCTBOBATH C
JunuaamMu U 6erkamu, BKJII0Yasi pelenTophl, a Takke pepMeHTaMu, CUHTE3UPYIOITUMU
CUTHAaJbHBIC MOJIEKYJIbl. TakuM 00pa3oM, 3TH OENKU PeryIupyroT MHOTHE KIIETOYHBIC
npoueccel. Kpome Toro, TterpacmaHMHbl MOTYT MCIOJB30BaThCsl OaKTepusMH B
mpolieccax aAre3uu v UHPUIUMpoBaHus kieTok xo3sauHa (Karam et al.,, 2020). B
KJIETKaX KOpHEH OO00OBBIX ATH O€NKH HMHIYLUPYIOTCS B OTBET HAa HHOKYJSLHUIO
cnenupuyecKUMH mraMMamMu pu3obuit wim Ha Nod-dakrops! (Jimenez-Jimenez et al.,
2019). I[Ipu »TOoM, TeTpacnaHWHBI B HAWOOJIbIIEH KOHIIEHTPAIMU COCPEIOTOYECHBI B
y4acTKax, COJEepKallluX MOJIOJbIE M 3peible KOPHEBBIE BOJIOCKH, B TO BpPEMs Kak B
00JIaCTH 3a4aTKOB KOPHEBBIX BOJIOCKOB MPUCYTCTBYIOT JUIIH B HEOOJIBIIOM KOJIMYECTBE
(Jimenez-Jimenez et al., 2019).

Bo30yautens komibiieBoi rauiau kaprodens, Cs, o0aagaeT JOBOJIBHO IMUPOKUM
CHEKTPOM 3K30IOJIMCAXapyu0B U MHTEHCUBHO CEKPETHPYET MX BO BHEIIHIOK Cpeay
(Shafikova et al., 2006), onHako 3TO HE CIOCOOCTBOBAJIO €ro aJAre3u Ha MOBEPXHOCTHU
kopHsa ropoxa. [ns Cs sk3ononucaxapunbl (I1IC) gBsSOTCS OAHUM K3 OCHOBHBIX
(GakTOpoB BUPYJIEHTHOCTH, a (GUMOpPUM U TWJIM, XapaKTEepHbIE ISl 3TOTO BUIA U
YUYaCTBYIOIINE B MPUKPETIICHNH, HHIYIIUPYIOTCS IPH KOHTAKTE C PACTEHUEM-X03IMHOM
— kaprodenem (Chalupowicz et al, 2012). OwueBugno, uyro IIIC Cs
HEKOMILIEMEHTAPHBI JJEKTUHAM rOpoXa, YTO CBSI3aHO C €r0 HECIEHHU(PUUHOCTHIO K AITOMY
PACTEHUIO U ATO NMPEAOTBPALIAET €r0 aJArE€3HI0 Ha KOPHE.

Takum 00pa3om, MpeACTaBICHHBIC PE3YJIHTATHI TO3BOJISIOT CALNATh BHIBOJ O TOM,
yro (akT OakTepuandbHOM anre3uu, a Takke ee O0OpaTUMOCTh/HEOOPaTUMOCTh
OTIPEJICISIIOTCA TUMAMU  B3aUMOOTHOIIEHUH MEXIy OakTepusiMU W PACTCHHEM,

cnenuUYHOCTBI0 OpraHa WH(UIMPOBAaHMS, a B CiIy4dae B3auUMOJEUCTBHS C R.
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leguminosarum bv. viciae — 0COOCHHOCTSIMHU IITAMMa.

3.2. U3MeHeHHe aKTUBHOCTH TPAHCMeMOpPaHHOM M pacTBOpUMOii popm
aJeHHJIATIHMKJIIA3bI B 30HAX POCTA KOPHA MPOPOCTKOB ropoxa noj BjiussHuem R.
leguminosarum bv. viciae, P. syringae pv. pisi unu C. sepedonicus
N3BecTHO, 9TO OAaKTEpPWHM CHOCOOHBI BBI3BIBATH PA3IHYHBIE (DU3HUOJIOTHUUECKHEC

abdexTel 'y pacteHuidl. B uacTtHOCTH, anre3us OakTepuil MOXKET MOIYJIUPOBATh
aAKTUBHOCTb CUTHAJILHBIX CUCTEM pacTeHuil (AneHbKkuHA U Ap., 2014).

N3BecTHO, UTO aJleHWIaTINKIa3Has curHaiibHas cucteMa (ACC) urpaer BaxxHYIO
poilb B YCTOMYMBOCTH pacTeHH K OuothueckuM crpeccam. CunHtre3 HAMO,
BTopruyHOro meccenmxepa ACC, obecrneunBaetcst paboToi ameHmnariukiassl (ALl),
NpUCYTCTBYIOIIEH B TpaHcMeMmOpanHoil (TALl) u «pacTBOpUMOI», IUTO30JILHON
hopmax (pAlLL).

[Ipn wuHOKymsiuu >pPexTuBHBIM MWTaMMOM R/v1022 xapakTep H3MEHEHHUS
aktuBHocTd TALl u pAlLl mpakThyecku coBmajgan Mexay coOOl B pa3IMYHBIX 30HAX
KOpHA Topoxa 4epe3 5 u 15 muH nocne uHokyssiuu (puc. 9). I[Ipu 3ToM akKTUBHOCTH
3TUX QopM (pepMeHTa HE3HAYUTENIbHO IPEBBILIATa KOHTPOJIb BO BCEX 30HaX KOPHS U
ocTaBajach OJM3KOM K KOHTpOJIO B snukoTwie. Tonbko yepe3 120 MUH aKTHMBHOCTh
pALl B III u IV 30Hax KopHs Bo3pacTana Oosiee 3HauuTenbHO. Hanbonee KoHTpacTHbIE
U3MEHEHHUs HaOJoJanuch B akTuBHOCcTH oOeux Qopm All wepes 360 wmunH
MH(ULIMPOBAHUA: BECbMa 3HAuUMTENbHAsA aKkTUBalMs (epMeHTOB HaOmoaanach Bo Il u
III 30Hax kopHs, mHruOupoBanue — B IV m V 30nax. AktuBHOCTh TAILl u pALl B
AIUKOTHIIE TOJBKO uepe3 120 MHH mpeBbIana KOHTPOJIb, HO CHHKanach 4epe3 360
MuH Ha 50% (puc. 9).

Pseudomonas syringae pv. pisi Takxke okasbiBan 3pdext Ha akTuBHOCTh TAL| u
pALl xieTok pa3nuyHbIX 30H KOpHS (puc. 9). B OonbmmHcTBe cnydaeB auHamuka TAL]
u pALl nmena TpOTUBOIONIOKHYIO HANPABIEHHOCTh. VICKIIIOUeHHE COCTABIISIET BapUAHT
“360 MuH”, Korma xapaktep u3MeHeHuW 3Tux (Gopm All He CTONL MPUHIUNHAIBHO
oTiiMyancia Mexay coboil. Ilpuyem munHamuika ypoBHs o0eux ¢dopm All Bo Bcex
yyacTkax Obuta OnmM3ka K TakoBoM B Bapuante ¢ R/v1022 «360 mMuH», OJIHAKO

aKTHBHOCTBH 3TOro ()epMEeHTa IOJ BO3JICHCTBHEM Psp Bo3pacTaja B Topas3jao MEHBIISH
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crenieHu. IHTEpEeCHO, YTO B 3MHUKOTHIIE HanOOJIee BHICOKHI YPOBEHb aKTUBHOCTH 00EUX
dbopm (epmenta peructpupoBaics depe3 120 muH, u ToIbKo 360 MUH MPOUCXOINIO

He3HauuTenbHOe cHIkeHue (Ha 13%) aktuBHocT pAlLl (puc. 9).

4 B ——RIx 1022
—a— Py
200 900 P
E 780 I I 750
E‘ 600 600
Z 450 150
E] -1 e
e 300 #E I ] B 300
g 10 & I A 150 -
ox| e em| el em| | o) em| omem| | em| om|em| | om| x| em| | em
—l?l"‘l"‘mg .-u-un-.-rmg —lPI""JW"‘!hg v—lrl""l‘ﬂ‘mg "”‘""""""’E == "'?""'-"g "“""'?""'-""g "“"""'l""“"g
B g B B B B = §
5 MuHYT 13 sy 120 sy 360 s § eyt 15 smyT 120 »omyT 360 s

Pucynok 9. Jlunamuka usmeHenus: akTuBHOCTH TALL u pAlLl B 30Hax pocTa KOpHsI IPOPOCTKOB ropoxa
noj BozaeiictBueM sddextuBHoro mramma RIv1022/Psp/Cs. KoHTponem CIy>XKWiau TpPOPOCTKH,
MHKYOMpOBaHHbBIE Ha muTatebHOi cpene Oe3 6akrepuii. A — TALL, b — pALl. n=3, m + S.E.

Hanportus, nipu uHokymnsinuu Cs B TeueHUE 5-15 MHH MPOUCXOJWIIa aKTHBALIUS
o0enx (opm ALl Bo Bcex 30HaX KOpHA M B 3MUKOTHiIE. CaMblil BBICOKUW €€ YPOBEHb
HaOmonancs B V 30He (puc. 9).

N3BecTHO, YTO Kak OakTepUalbHbIE MYTYaJUCThl, TAK U MATOTE€HbI, OKa3bIBAIOT
BJIUSIHUE Ha pa3IMyHble (PU3MOJOTHYECKUE MPOLIECCHl PACTEHUI. DTO MPOUCXOIUT KaK
3a cuer PAMP, Tak u 3a cuer crmocoOHOCTHM OaKTepuil CEKpEeTUPOBATh PA3ITUYHBIC
OMOJIOTMYECKU AaKTUBHBIE MOJIEKYNIbl. B  dactHocTH, Ha mnpumepe ©0000BO-
pu3o0uaabHOro cMMOMO03a MOKa3aHO YCHIIEHHWE pOCTa KOpPHEH MPOpPOCTKOB ropoxa B
JUTMHY 4epe3 24 daca 1ocie MHOKYISAIUUA d(PQPEeKTUBHBIM MO a30T(PHUKCAIUN IITAMMOM
Rhizobium leguminasarum bv. viciae (AxumoBa u np., 2014; Akimova et al., 1999). B
HAIMX SKCIIEPUMEHTAX MHOKYISIIUS R/v, a Takxke Psp B Teuenne 360 MUHYT HE OKazasa
BJIUSIHUA HA POCT KOpHs ropoxa (tadiu. 1). BepostHo, 3pdeKkT oT MHOKYISIUMU HA POCT
ClIelyeT O’KUJaTh Ha OoJiee MO3IHUX dTanax B3auMOACHCTBHSL.

Onnako n3menenus B pabote ACC B KJieTKax KOpPHEH MPOPOCTKOB ropoxa ObLIN
BBISIBJICHBI YK€ B TI€PBbIC MUHYTHI 1Mociie HHOKYIsiuU. [Ipu B3aumoaeictBum ¢ Rlv u
Psp n3Mmenenns B akTHBHOCTH 00enX (OpM aICHIIIATIIMKIIA3 HOCHIIA CXOXKHUH XapaKTep

B mepBble 5-15 mMunyT (puc. 9). D10 sABJICHUE MOXKHO OOBSICHUTH TEM, YTO Ha PAHHUX
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JTamax cUMOMO03a M MaTOoreHe3a 3allUTHBIE PEaKlIUd PACTEHUH BO MHOTOM CXOJHBI
(Gourion et al., 2015). YacTuuHO 3TO CBSI3aHO ¢ HAOOPOM OaKTEPUATBLHBIX MOJIEKYJT —

— PAMPs, koTopble pacno3HaAIOTCS PACTEHHSIMU M BKIIOYAIOT (iaresuinH, Qaxtop
ymmuaenus Tu (EF-Tu), nunononmcaxapuasr u nentuaorimkanst (Couto, Zipfel, 2016).
C npyroil CTOpOHBI, y pacTEHUN B 3TOM Ipoliecce MPUHUMAIOT YyYacTHE PELENTOPHBIC
kuHa3bl NFP (Nod factor perception) (Klaus-Heisen et al., 2011; Sulima et al., 2017),
YYacTBYIOIIHME B BOCTIPUATHH, B TOM duciie, Nod-daktopos. [y ropoxa Ha 3Ty poOib
paccMatrpuBatotcst nportenHknHasbl Syml10, Sym37 u K1 (Hoarux u ap., 2010, 2017).
[TokxazaHo, 4TO Takue PeleNnTOPHBIE KMHA3bl 00JIaal0T BEICOKHM CPOACTBOM HE TOJBKO
k Nod-pakropam, HO H, HanpuMmep, K XuTuHy QpuronaroreHoB (JKykoB u ap., 2008;
Fliegmann, Bono, 2015).

Takum o0pa3om, B y3HaBaHue Nod-(pakTopoB 000OBBIX BOBJICUEHBI Pa3IUYHbIC
pElENTOpPHbIE KOMILIEKCHI, OTJIMYAloIIuecs rereporeHHocteio (Jomrux u mp., 2017).
Kunasnaeiii qomen NFP mo3BossieT BBINOJHATH €My JBOMHYIO pOjib B CUMOMO3E U
natoreHese, (Qochopunupyss pacmoyiOKEHHBIE Jalbllie B CUTHAJIBHOM KacKaje
cnenuduueckue Oenku. B wactHoctn, NFP B3aumonericteyer ¢ manoi Rho-like I'TO-
a30i, y4acTBYIOIIEH B MO3UTHBHOW PETyISLMN a30THUKCHUPYIOUIEro cumoOmnosa Lotus
japonicus (Gourion et al.,, 2015). IlomararT, 4YTO 3TO SBISETCS PE3yJIHTATOM
KOHBEPI€HTHOM JBOJIOIMH, TPU KOTOPON pa3IuYHbIC SIUTOINBI OaKTepUATbHBIX
(GaKkTOpOB BUPYJECHTHOCTH MOTYT PpACIO3HABATHCSA PA3IUYHBIMA  PEIETITOPAMH
pacrennii (Zipfel, Oldroyd, 2017). B 3Toii CBs3M BIIOJIHE YMECTHO MPEIIOIOXKHUTH, YTO
OTHUM W3 3BCHHEB TaKOW CHUTHAJIBHOW MMM SBJISETCS TpPaHCMEMOpaHHas
aneHunaTnukiasa. Ecte cBenenus, uto perentopsl K Nod-(hakTopam JTOKaan30BaHbI HE
TOJIBKO Ha TIOBEPXHOCTH KIJIETOK, HO M B IuToruiazme, a Nod-gakTtopbl BechMa
reTepOreHHbl 0 COCTaBYy Yy Pa3iaMYHbIX mTaMMOB pu3oouii (Nelson, Sadowsky, 2015).
C »TuM MOTyT OBITH CBS3aHBI crienvrueckue n3MeHeHus B akTuBHocTH TAL], a 3arem
u B ypoBHe TAM® B 30HaX 3a4aTKOB M MOJIOABIX KOPHEBBIX BOJOCKOB MPOPOCTKOB
ropoxa npu MHGUIMPOBAHUU dPPEKTUBHBIM ITaMMOM pu3oduit (puc. 10). ITpu s3Tom
paznuyus B M3MEHEHMsIX akTMBHOCTH TAILl Mexay ydyacTkamu KOpHS TMPOPOCTKOB

ropoxa, pa3JIMyarolIuXcs M0 CTeNeHrn CHOPMUPOBAHHOCTH KOPHEBBIX BOJOCKOB, MOTYT
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ObITh OOYCIIOBJICHBI HEPABHOMEPHBIM PACIPEACICHUEM PEIENTOPHBIX MOJIEKYI,
pacnio3Haomux Nod-gpaktopbel. Tak, y 6000BbIX OBLIM BBISBICHBI yYacTBYIOIIHNE B
cnenuduyeckoi peueniuu Nod-dakTopoB nekTunbl (Roberts et al., 1999), koTopeie B
HauOOJIBIIIEM KOJIMYECTBE JIOKAJTM30BAaHBI MMEHHO HA 3apOKIAIONIMXCS W MOJIOABIX
kopHeBbIX Bosiockax (Etzler et al., 1999), nokanuzamus kotopbeix coorBetcTByeT 11 u 111
30HaM KOPHS TPOPOCTKA TOPOXa B HAIITUX IKCIIEPUMEHTAX.

B nureparype mnpemiararoTcsi MOJETM  YYacTHS PEIENTOPHBIX KHHA3 B
CUTHAJIBHBIX COOBITHSIX C TPUBICYCHUEM KalblMs W MepoKkcuaa Bojaopoja. B
YaCTHOCTH, B TPAHCAYKIIMM SACPHBIX CHUTHAJIOB TMPU PA3BUTHHM T[aTOT€HE3a U
a30TUKCHPYIONIEro cMMOH03a TToKa3aHa poib Ca’ -3aBHCHMOIl PeLeNTOPHON KHHA3bI
(Zipfel, Oldroyd, 2017). HecmoTpst Ha TO, 4TO y pacTeHH# 10 CHUX MOP HE JIOKa3aHO
cymiectBoBaHue UAM®D-3aBUCUMBIX MPOTEUHKHHA3, €CTh CBEIACHHS, YTO B
apabujoricuce ObUIM BBISIBJICHBI HYKJICOTHJI-CBSI3bIBAIOIIME O€KH, 0oOJagaronue
pa3snUYHBIMU (DYHKIIMSIMH, B TOM YHUCJIE PEryJUPYIOIIME KOHIICHTPAIUIO MEPOKCHIA
BOJIOpOJia B OTBET Ha aTtaky Pseudomonas (Donaldson et al., 2016). ['unoteTnyecku
BO3MOXKEH €I11e OJJMH MeXaHu3M ydactusi TAL] B TpaHCAYKIIMU CENEKTUBHBIX CUTHAJIOB:
NOKa3aHo, 4To B apabupornicuce umeercs Oenok At3gl14460, KOTOpBIM COAEPKUT
HECKOJIbKO JICHITMTHOBBIX TTIOBTOPOB U 00JaAaeT aICHIIATIIMKIIa3HOW aKTUBHOCTHIO. [1pu
TOM OH aKTUBHpYETCS W Mpou3BOAUT HAM®D mnpu uHOUUIUPOBAHUU apalOuorcHca
ouorpodubiM TpudboM  Golovinomyces orontii W OakTepUaIbHBIM MATOTEHOM
Pseudomonas syringae pv. tomato, HO HE MEHSET aKTUBHOCTH NP 3apa’KeHUU TPUOOM-
HekpoTpodoM Botrytis cinerea (Biancheta et al., 2019).

[lon Bo3genctBuem Psp xapaktep Hu3MeHeHUM akTtuBHOcTe TAILL m pAlL]
HE3HAUUTEIHLHO OTJIMYAJICS OT BapuaHTa ¢ Y(PPEKTUBHBIM IITAMMOM pU300UI B TIEPBbIC
MUHYTBl BO3JEHCTBUA. AKTUBHOCTh 00eux (QopM QepMeHTa B KaxAol BPEMEHHON
TOYKE CYIIECTBEHHO OTJIMYAJach MO 30HaM, Koyeossick oT 90 no 150%. Bo3moxkno, nx
aKTMBHOCTh BO BPEMEHHM MEHSIACh II0JI BO3JCHCTBHEM pa3HooOpa3zHOro Habopa
GakTOpoB  BUPYJICHTHOCTH  TATOT€HA:  OSK30MOJHCAXapujoB,  (IIareIuHOB,
s dexropubix 6enkoB u TokcuHOB (Ichinose et al., 2013). Co cTopoHBI pacTeHUS TaKue

ACTCPMUHAHTBI-UHAYKTOPBI HCCHCHI/I(l)I/I‘ICCKOFO HMMYHHUTETA MOT'YT BOCIIPHHHUMATBLCSA
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CJIOKHBIMH MOJICKYJIIPHBIMU JTUMEpaMU, HampuMep, OOHApYKCHHBIM B apaOuOTICHCE
AtLRRACI1-6enkoMm, comepxkamum aomeH LRR-NB-ARC c nelinuH-0o60TanmeHHpIMA
NOBTOpaMH, XapakTepHbiMu Juisi penentopoB (LRR) wu calitom cBsi3bIBaHUS C
Hykieotuaamu (NB). Dtor Oemok coBmemaer B ce0e (QYHKIMH perentopa K
bnarennuny FLS2 Pseudomonas syringae pv. glycinea v anenunaruukiasbl. [lokazano,
YTO 3TOT PELENTOPHBIA OEJOK y4yacTBYeT B MHAYKIMH MaTTEPH-UHIAYIUPOBAHHOTO, TO
ecth Hecnerupuueckoro nmmynutera (PTI) (Biancheta et al., 2019).

HNuTepecHo, 4TO HECMOTPST HAa OTCYTCTBHE aAre3uH, KpaTKoBpeMeHHbIH (5-15
MUH) KOHTAKT KOpHEH NpOpOCTKOB ropoxa ¢ Cs TakKe BbI3bIBAJ BEChMa MHTEHCHUBHYIO
peakiuio TALL u pAll (puc. 9). Tak kak TOpoOX HE ABISAETCA PACTEHUEM-XO3SIUHOM IS
JTAHHOTO TMAaTOreHa, €r0 BOCIPUATHE, BEPOSITHO, TPOUCXOIUT O€3 ydacTus PerenTOpOB.
N3BecTHO, 4TO MyKOUIHbIE IITaMMbl Cs COJiepkaT, 0 CpaBHEHUIO ¢ R/v u Psp, MHOTO
sK30MoIucaxapusioB, umeromux Huszkud pH (4.5). bnarogaps stomy, Cs crocoOeH
NOJKUCIATh CpeAy WHKYyOalMu W TNPUBOJUTH K U3MeHeHuio pH-romeocrtasa
OKOJIOKJIETOUYHOM CpeJibl, B YaCTHOCTH, y pacTeHuil kaprodens in vitro (PomaneHko u
ap., 1996). UMeHHO 3TO sBJICHHE MOTJIO OBITh MPUYMHOW akTuUBamuu TALl B KOpHsX
IPOPOCTKOB Topoxa, nockoyibky pH cpenbl uukyOamuum Cs coctaBmsin 5.0-5.2.
AHanoruyHbeii 3p(EKT B IMUKOTHIIEC SBISETCS MPOSBICHWEM CHCTEMHOTO CHUTHAJIA,
KOrJa HW3MEHEHHE TOMEOCTa3a KIJIETOK KOpPHS HWHIYLUUPYET OTBETHBIE PEAKIUU B
HAJI3€MHOM 4acCTH MPOPOCTKA.

[Io nuTepaTypHbIM [aHHBIM, Yy XHUBOTHbIX PAL[ BechbMa 4YyBCTBUTEIbHA K
MOBBIIIIEHHBIM  KOHIICHTPAIIUSIM HMOHOB KaJbIMs, KOTOPBIA TOBBIIIAET CPOJICTBO
dbepmenTa k cyoctpary (JlomoBarckas u np., 2011). [ns pactenuii mokazano, uto pAlLl
U3 BAKyoOJIeM KIIETOK CBEKJIbl TAaKK€ MPOSIBISIA YYyBCTBUTEIBHOCTh K Pa3IMYHBIM
KOHLIEHTpauusiM HoHOB Kanbuusa (JlomoBarckas u ap., 2014). ITosTomy, BO3MOKHBIN
MexaHu3M aktuBaimu pAll B kiileTkax KOpHS MPOPOCTKOB ropoXxa MOKET ObITh CBS3aH C
W3MEHEHHEM YPOBHS HOHOB Kajlbllid B OpraHeiiax, KOTOpPbIA MPUCYTCTBYET B
JIOBOJIbHO BbICOKMX KoHUeHTpauusx (IlBapray u gp., 2014). Kpome Toro,
KPaTKOBPEMEHHOE BO3PACTAHUE YPOBHSI KaJIbIUS B KJIETKE NMPU WHOUIIMPOBAHUN MOKET

MNPOUCXOAUTL B PE3YyJabTaTC AKTHBAllMM HCCCICKTHUBHLIX KaJbIIMCBBIX KaHAJIOB Ha
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miazmanemme (Ma et al.,, 2013), uto moxkerT mpuBoauTh K aktuBauuu pAL[l. B
COOTBETCTBHM C CYIIECTBYIOIIECH HA CETOAHSAIIHUN JI€Hb THIOTE30M O CHUTHAJIBHBIX
mukpogomenax (Willoughby, Cooper, 2007), pALl B opranemiax ocCylIECTBISET
PETYJIALUIO JIOKATBHOTO YpOoBHSI HAM®, 4TO 0COOEHHO Ba)KHO JJIS A/Ipa, MUTOXOHAPUIA
U XJIOPOIJIACTOB PACTEHUN — F'€HOM COJIEp KalllUX OpraHesul.

B pe3ynbrare mpoBeNEHHBIX HUCCIEAOBAHUI MOXHO CIENAaTh BBIBOA O TOM, UTO
CTETeHb MOAYJISIIIMHM aKTUBHOCTU 00eux (opM aJeHUIATIMKIA3bl B KIETKaX Y4acTKOB
KOpHS TMPOPOCTKOB TOpOXa, PA3IUYAIOIIMXCA 10 CTeNeHu CcHOPMUPOBAHHOCTHU
KOPDHEBBIX BOJIOCKOB, 3aBHCHT OT CHE[UAIM3AaUMM M TUIOB B3aMMOOTHOLIEHUM
OakTepuil ¢ pacteHueM. Kak ynoMuHasoCh BbllE, HHPUIIMpOBaHUE R/v MPUBOIUIO K
U3MEHEHHUIO0 aKTUBHOCTH 00eux ¢opM ALl Bo Bcex 30HaxX KOpHS, MPUYEM HauOOJbIlas
akTuBalus HaOmoganack yepe3d 360 MuHyT nocie uHokyassuuu Bo Il m III ywacTtkax,
KOTOPBIE SABISIOTCS PEANOYTUTEIBHBIMY IS IPOHUKHOBEHUS JaHHOTO MYTYaJIMCTA.

[TaToreH ropoxa Psp BbI3BIBAI MEHBIIYI, 10 CPAaBHEHHIO C MYTYaJIHCTOM,
aktuBauio All. ITo nuteparypHbIM NaHHBIM, Psp CEKpeTUPYET TOKCHHBI, CIIOCOOHBIE
MOJAYJIMPOBATh HOHHBIA TpaHCHOPT B kieTkax pactrenuid (Atkinson, Baker, 1987;
Hutchison, Gross, 1997), uto MoXeT BIUATh Ha aKTUBHOCTH oOeux ¢dopm All B
y4acTKax KOpHs MPOPOCTKOB ropoxa, pa3Inyarouxcs Mo cTerneHu chOpMUPOBAHHOCTH
KOPHEBBIX BOJOCKOB. MOYKHO IpPEANOJIOKNUTh, YTO IOBBINIEHHAs aKTHUBHOCTH All B
30HaX 3a4aTKOB M MOJOABIX KOpHeBbIX BosiockoB (II-III 30HBI) cBsizaHa co
CTPYKTYPHBIMH OCOOCHHOCTSIMU KJIETOK 3TUX y4acTkoB (MIBaHoB, 1974).

®duronarored kapTodesns, 4y>KepOAHbIM AJIA ropoxa, HECMOTPS HA OTCYTCTBUE
aare3uy, BbI3bIBAN 00JIe€ 3HAYUTENIbHYIO, [0 CPABHEHUIO CO CHeUU(DPUUECKUMHU IS
ropoxa OaktepusiMu, akTuBaIuio ooenx Gopm ALl Bo Bcex yuacTkax KOpHsSI TPOPOCTKOB
ropoxa. Takoe siBJI€HHE MOTJO OBbITh BBI3BAHO MOJKHUCICHHEM CpPEllbl WHKyOaluu
npopoctkoB ropoxa kucibiMu OIIC, xapakrtepubiMu anst Cs. Ilpu KoOHTakTe C
HECHEIM(PUUHBIM  TAaTOr€HOM  MpOUCXOJWiIa Oojiee  WHTEHCHBHAas  aKTHUBaLUs
aJICHWIATUHKIIAa3bl, YEM ITPU MHOKYJISIUU ClIEUU(DUYHBIM.

Takum oOpa3oM, KpaTKOBpPEMEHHas WHOKYJsuus (5 MUH) BCeMHM BHIAMU

OakTepuil BbI3bIBAJIa HecneU(pUUECKyo akThBanuioo odbeux gopm ALl Bo Bcex 30HaX
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KOpPHSI, 4YTO, BEpPOSITHO, CBSI3aHO C Bo3jaelcTBHEeM OakTtepuaibHbix MAMPs. Omgnako
yepe3 360 MuHYT mocie MHOKymsuuu Rlv, B ornuume ot Psp, HaOmromanack Ooiee
nHTteHcuBHas aktupaiusa All Bo II-III 30Hax, 4TO cBHIETENBCTBYET 00 y4acTUH 00X

dbopm 3TOTO (hepMeHTa B pa3BUTHH 00O0BO-PU300HAIIBHOTO CHMONO03a.

3.3. U3meHenue koHneHTpanuu HAM® B pa3iuYHBIX YYACTKAX KOPHS
NMPOPOCTKOB rOPoOXa Mo/ BJIUSTHUEM UHOKYJSAUUN R. leguminosarum bv. viciae, P.
syringae pv. pisi win C. sepedonicus
[Ipenpiayniyme HSKCIEPUMEHTHI MOKA3aJIM, YTO WHOKYISIUS Pa3IUYHBIMU TI0

CHeluaIn3alyy U CIeHu(PUIHOCTH K TOpOXy OaKkTepuid, MOAYIUpOBasia aKTUBHOCTH Al]
BO BCEX YYacTKax KOpHSI MPOPOCTKOB Topoxa U »nukoTwie. ClenyroluM 3TarnoM
paboThl OBLJIO M3YYECHHE BIIUSHUS JTAHHOTO (peHOMEHa Ha M3MEHEHHE KOHIIEHTpaIluu
npoaykrta peakuuu All — 1AMO.

[IpenBapurenbHbIe HCCJIEIOBAHUSA KOpHEH MIPOPOCTKOB ropoxa,
MHKYOMPOBAHHBIX B MUTATENBHON cpejie 0e3 OakTepuil, Moka3ajau, YTO COJEpIKAHUE
HAM® HE3HAYMTETBHO OTIMYAIOCh BO BCEX YyYaCTKax, 3a MUCKIOUYeHUEeM | 30HBI
(MepucTeMbl), TH€ JaHHBIM IOKaszaTrelb ObLIT BhbINE (Tabm. 2). B nmampHEHImx
HKCIIEPUMEHTAX JIaHHbIE 00Pa3IIbl CITYKUJIH KOHTPOJIEM.

Or 5 ngo 120 mun uHOKymsuu 3ddexTuBHbIM mTaMMoM (1022) puzoOuit
KoHI1eHTparusa HAM® Bo3zpactaia 10 150-200% 1 HE OYeHb CYIIECTBEHHO OTJIMYaiach
BO Bcex 30Hax kopHs (puc. 10). Ognako uepe3 360 mMuH Hanbojee BBICOKUN YPOBEHb
3TOM CUTHAJIbHOM MoJeKysbl Ha0moaincs Bo I u 11 3onax, a Haubonee Huskuii — B [V
u V. B knerkax snukoTuiasi KoHUeHTpauus HAM® Takke W3MEHsIaCh BO BPEMEHH.
Hanbonee Bwicokuii ypoBenb HAM®D B Hem HaOmonmancs dveped 15 u 120 muH
uHupoanus, Ho yepe3 360 muH Bo3aekcTBus RIv1022 ero KoHIEHTpaIUs Imaaaia
HIDKe KOHTpoJs (puc. 10).

B To xe Bpems yepe3 360 MUH MHOKYIAUMH HEAIP(DEKTUBHBIMU ITaMMaMu RIv
(1064 m 1065) nuHamuka ypoBHS HAM® CynIECTBEHHO OTIMYAach OT TAKOBOM C
sbdextuBHbIM mTaMMoM 1022 (puc. 11): mox BiausiHuem oboux mrammoB (1064 u
1065) ypoBenb HAM® ouyeHb HE3HAYUTEIHHO U TTOYTH PABHOMEPHO BO3pacTajl BO BCEX

30HaX KOpHA U B 3nukotuie (puc. 11).
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WNHuTepecHo, yto mnoj Bo3aedcTBueM Psp B TedyeHue 5-15 MuH JauHamMuka

KOHIIeHTparuu HAM® wmano oTiMyanach OT TaKOBOM B BapuaHTe € 3((HEKTUBHBIM

mramMmmoM RIv1022 (puc 10). Uepes 120 mun ypoBeHb HTAM® Bo Bcex 30HaX majaail v

ObL1 OJIM30K K KOHTPOJIXO, 49TO COBIIAAAJI0O C MOMCHTOM 3HAYUTCIBHOI'O CHMIKCHUA

aare3uu 3toro ¢uromnaroreHa (puc. 8). K 360 mun Bo3nmeicTBusA, Korja aare3us Psp

OTCYTCTBOBAaJa, KoHIIeHTpanus HAM®, Tem He MeHee, Bo3pacTtaia Bo II u III 3oHax, HO

HE CTOJIb 3HAUMTENBHO, KaK B BapuaHte ¢ d3pdexTtuBHbIM mTamMmMoM R/v. [Ipu »ToM B

AMUKOTHUJIE IaHHBIN TIOKa3aTeNb MPUOIMKAICSI K KOHTpoJto (puc. 10).

ITox Bo3aeiictBueM C. sepedonicus xoHueHTpauus HAM® yxe uepe3 5 MHH

BO3pacTaja BO BCEX UCCIENYEMbIX y4acTKaX KOPHs U B SMUKOTUIIE, TIPU 3TOM uepe3 15

MHH KOMHKYOaIlMKM OCTaBajgach IMOYTH Ha TOM ke ypoBHe (puc. 10).
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Pucynok 10. /[uHamuka u3MeHeHHs] KOHIEHTpauud HUAM® B 30HaX pocTa KOpPHS MPOPOCTKOB Topoxa MoOJ
BozzeictBueM RIv1022/Psp/Cs. B xauectBe koHTpost (100%) ObUIM B3ATHI MPOPOCTKH, WHKYOMpPOBaHHBIE HA

nuTaTeNsHOl cpene 6e3 6akrepuil. n=3, m+ S.E.
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Pucynok 11. /Ilunamuka usmeHnenus KoHueHTpauuu HAM® B 30Hax pocTa KOpHsI IPOPOCTKOB ropoxa
MOJ1 BO3ACHCTBHEM PA3NIUYHBIX 10 d()PEeKTUBHOCTH cMMOMO3a ITaMMOB R. leguminosarum bv. viciae
yepe3 360 wmwmH. wuHOKymsumu. B kadectBe xoHTponst (100%) ObuIM  B3ATHI  TPOPOCTKH,
MHKYOMpOBaHHbBIC HA MUTATENBHOM cpefe 0e3 Oakrepuii. n =3, m =+ S.E.

* - paznuums craructuuecku 3HauuMbl (P < 0.01) npu cpaBHeHun mexay coOoil rpynn «RIv 1022y,
«RIv 1064», «RIv 1065» o xputeputo Heromena-Keiicna

[Ipu "100BIX TUIAX OTHOILIEHUW MEXIY PACTCHUSIMH U OakTepusiMu (I1aTOTEHE3,
MYyTyaJIN3M) Ba)KHbI CAMbI€ paHHUE ATarbl, KOTJa PACTUTEIbHBIC CUTHAJIBHBIE CUCTEMBbI
UHIYIUPYIOT HOBBIE, COOTBETCTBYIOIIUE THUITY B3aUMOJEHUCTBUS, META0OJUYECKUE
nporpammsl (Zipfel, Oldroyd, 2017).

CpaBHEHHE paHHUX OTBETHBIX PEAKLMil pacTeHUH Ha aTaku (PUTONMATOTEHOB U
MYyTYaJuCTOB B TIEPBBbIE dYachl TOCJIE€ WHOKYJSIIMU TO0Ka3ajo, 4YTO HEKOTOpbIE
MeTa00IMYEeCKUE MEePECTPOMKH OJIMHAKOBBI MpU oOoux Tumnax Bo3zaeiictBuil (Eaton et
al., 2010). DTo kacaeTcs, B YaCTHOCTH, KPaTKOBPEMEHHOTO MOBBIIIECHUS] KOHIICHTpaIui
aKTUBHBIX (OopM Kuciopoa u azora (Santos et al., 2001; Ferrarini et al., 2008; Nanda et
al., 2010; Torres, 2010), Caz+, u (QuroropmonoB (Ilareirmu, 2007, 200806; Felle,
Zimmermann, 2007). [Ipu 5ToM HU3MEHEHUS KOHIEHTPAIMM CUTHAJIBHBIX MOJICKYT Y
pacTeHM o/ BIUSHUEM OaKTepHil BO BPEMEHU U JIOKAJIM3alMKU B OpraHax MpPOUCXOIST
HepaBHOMEpHO. Hampumep, Ha KOHUMKAX MOJIOJABIX AKTUBHO PAaCTYIIUX KOPHEBBIX
BOJIOCKOB Medicago truncatula nipu Bo3aeiictBun Nod-dakTopoB Habmomaercst 6omee
JUTMHHBIA BPEMEHHOM TEPHOJT MKy MUKAMHU IIMTO30JLHOTO KaJBIHS, YEM B CTaphIX
(Miwa et al., 2006).

HAM® Takke WrpaeT BaXHYH pOJb B MOOWIM3AIMU 3alllUTHBIX OTBETOB
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pactenuit npu O6motnyeckux crpeccax (JlomoBarckas u ap., 2018; Jiang et al., 2005;
Suzuki, Katano, 2018). B xoxme manHOW paboOTHl OBLIO YCTAaHOBJICHO CXOJICTBO B
peakiuu ocHOBHbIX KoMIoHEHTOB ACC Ha Bo3zeiicTBue Psp u 3¢ (pexkTuBHOrO 1mramMma
Rlv, nabmonaemoe B niepBbie 5-15 MuH nocne unokymsauuu (puc. 9, 10). Bepostho, 3to
obycnoBiaeHo PAMPs, xapaktepubiMu 11 obOoux BujoB Oaktepuii (Illadukona,
Omenuukuna, 2015; Fliegmann, Bono, 2015). Kak roBopuioch BbIllle, pacTeHUs s
pacrio3HaBanuss PAMPSs wucCnons3yloT pasnuyHble  PELENTOPHBIE MOJIEKYJbl. B
YaCTHOCTU JIEKTUHBI, BBIMOJHAIOMNE (YHKIHUU PELENTOPOB, a TaKXKe KOMILJIEKCHI
pPELENTOPHBIX KWHA3 Ha KIETOYHOW mnoBepxHocTH. Hampumep, y Lotus japonicus
MeTa0OIUThl PU300MH Ha CaMbIX PAHHMX 3Tarnax B3aMMOJEHUCTBUS BOCHPUHUMAIOTCS
peuentopHoil kuHazoi LjNFRI, KoTOopas OMOCpPEIyET SKCIPECCUI0 3alIUTHBIX T'€HOB
pactenus (Gough, Jacquet, 2013). Eme ogHO# BakHOU penienTop-1noJo0HOM KUHA30M,
Y4acTBYIOIIEH B pACIO3HABAHUU PACTECHUSMU TMATOTEHHBIX M MYTYaJTUCTHYECKUX
OpraHM3MOB Ha CaMbIX paHHMX dTanax B3aumojeictBusa, sBisercs CERKI (chitin
elicitor receptor kinase 1). M3BecTHO, 4YTO y MaTOT€HOB U MYTyaJIMCTOB OCHOBHBIMU
muteHssMu st y3HaBanusi CERK1 cimykatr xuroonurocaxapuabl pa3idyHOM CTENEHU
nojaumepusamuu, B Tom yncie Nod-dakropsl puzoduii (Miya et al., 2007). Ha npumepe
Lotus nu Medicago nokazana ¢ynkiuonanbHas cBsizb CERKI1 ¢ penenropamu Nod-
(GbakTOpoB TpH B3aUMOJCUCTBUHM CO crenuduueckumMu Bujgamu puzoduit (Gimenez-
Ibanez et al., 2009). Kpome Toro, noMmumo pacro3HaBaHUsl XUTHUHOBBIX OJUTOMEPOB,
CERKI1 wurpaer BaxxHyIO POJb B IPOIIECCE B3aMMOJCUCTBUS pACTEHUN C OaKTepUSIMU
cemeiictBa Pseudomonas syringae (Gimenez-lbanez et al., 2009). HecmoTpst Ha TO, 4TO
Pseudomonas syringae IvueHbl XUTOOJUTIOCAXapHUJIOB, B COCTABE MX KIECTOYHOU
000JIOYKM TIPUCYTCTBYIOT JIpyrue€ YTIEBOICOJEPKAIUE MOJEKYJbI, POIACTBEHHBIC
XUTUHY U CHOCOOHBIE BIMATH Ha pacTeHue B kadectBe PAMPs, nHanpumep,
NEeNTUAOTINKaHbI. TakXke MoJI00HBIE YTIIIEBOIHBIE CTPYKTYPhl OaKTepuil cofepKaTcs B
nepuriaszme u omortenkax (Gimenez-Ibanez et al., 2009; Ichinose et al., 2013). Kpome
toro, Pseudomonas syringae 00manaroT ocoObiM 3(ddekTopHbiM OenkoM AvrPtoB,
HEOOXOUMBIM JJisi mojaBieHus y pacreHuid PTI myrem mHruOupoBaHus aKTUBHOCTH

nmu nosHou aerpagauuu CERKI1 (Gimenez-Ibanez et al., 2009). Y Pisum sativum
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npencrasuteneMm kinacca CERKI sBiserca peuentopnas kuHaza PsLYKO, nenaBHO
oOHapykeHHas u m3ydeHHas WM. B. Jlemmsmen ¢ coaBt. (2016). ABTOpamu Obuia
nokaszaHa BaxkHasg poib PsLYKY9 B pacno3HaBaHMM XUTOOJIMIOCaXxapujoB, a TAKXKe €€
perymsmus B-cyoreaunauiieii G-6enka (Jlenmsaen u ap., 2016; Jlenmsaen u np., 2018;
Zhang et al., 2010). Beposarao, PsLYK9 moxer paccmaTpuBaThcsi B KaueCTBE OJHOTO
u3 OOIIMX MEXaHW3MOB pACHO3HABAHMS W TEpeayd CUTHAJIOB B TEPBbIE MUHYTHI
B3aUMOJIEUCTBUS TOpPOXa Kak ¢ Rlv, Tak u Psp.

HNanee, Ha Oojee TMO3AHMX OdTamax pa3BUTHS PACTUTEIBLHO-MUKPOOHBIX
B3aMMOJICHCTBUH Pa3uyusl B PEAKIUSIX PACTUTEIIbHBIX CUTHAJIBHBIX CUCTEM CTAHOBSITCS
Oosiee oueBUIHBIMU. [10 TUTEpaTypHBIM AaHHBIM, TP UHOKYJIUPOBAHUU KOpHEH Lotus
Jjaponicus cnenuduueckumu puzodusiMu Mesorhizobium loti HaGI101a0Ch BPEMEHHOE
uHaynupoBanne npoxykumu NO dyepes 240 wmumuyr. HanpotwB, uWHOKymsSUuA
Hecnienuuueckumu it L. japonicus puzodusimu - Sinorhizobium meliloti
Bradyrhizobium japonicum ue Bbi3biBasia Bo3pactanusi ypoBus NO. Korna L. japonicus
WHOKYJIUpoBanu naroreHamu (Ralstonia solanacearum wma Pseudomonas syringae), B
KOpHsX HaOmonanu HenpepsiBHY0 npoaykiuio NO (Nagata et al., 2008).

[Io pe3ynpraTaM HamMX SKCIEPUMEHTOB, pasnuuus B peakuuu ACC kopHen
MPOPOCTKOB TOpOXa TMPU B3aUMOJCUCTBHM C MYTYaJUCTOM U CHenuduuecKkum
MaToreHoM HaOroanuch yepe3 120 MUHYT Mociie MHOKYJISIUU: 110 Bo3aeicTBHEM Rlv
ypoBeHb HTAM® ocraBajicsi NOBBILIEHHBIM, B TO BpeMs Kak B BapuaHTe C Psp
KOHIICHTpAIMsl 3TOW CUTHAJIBHOW MOJIEKYJbl CHUKAJaCh MPAKTUYECKH 1O YPOBHS
KOHTpoJist (puc. 10), yTo coBnaaaio ¢ yMEHbIIEHUEM UHTEHCUBHOCTH aATr€3UHU JaHHOTO
¢duromnarorena (puc. 8).

Opgnako uepe3 360 MuUH moclie HWHOKYJISIUMU Psp CHOBa MPOUCXOIHIIO
He3HauuTeabHOEe Bo3pacTaHue ypoBHS HAM®D, npudem Bo II u III 3omnax (puc. 10),
aHAJIOTUYHO ¢ BapuaHTOM «ropox+ Rlv» (puc. 10). [Tockonbky aaresus Psp Ha TaHHOM
JTare MOJHOCTHIO OTCYTCTBOBajla, B KadecTBe HMHAYKTOpoB oTBeToB ACC ropoxa
CJIelyeT paccMaTpUBaTh TOJBKO BHEKJIETOUHBIE (DAKTOPHI BUPYIEHTHOCTU OakTepuil. K
HUM OTHOCSITCS, MPEXKJE BCEro, HEMHOTOUYHCIIEHHbBIE 3K30I0JUCaXapUabl, KOTOPHIE Y

Psp npencrasnennblie anbruiatom u jgesaHoM (Ichinose et al., 2013). [lokazano, 4yTo
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OHH MOryr uHrHOHpoBath Ca’ -omocpefoBaHHbIC 3alUTHBIE OTBETHI IyTEM
XEJIaTUPOBAHUS ATON CUTHAIBHOM MOJIEKYJIbI, YTO MOET MPUBOJUTH K HU3MEHEHUIO
akTuBHOCTU TAILl, TOCKOJIbKY TIOKa3aHO, YTO OHA SBJSETCS YYBCTBUTEIBHBIM K
kanpiuio depmentom (PumuuoBa u ap., 2018). Kpome Toro, Gompmiod Bkiam B
BUPYJICHTHOCTh Psp BHOCAT €ro (PUTOTOKCHUHBI. KOPOHATUH, CHUPUHIOJIWUH U JIp.
(Ichinose et al., 2013). Ilytu ux BO3JACWUCTBUA Ha B3POCIbIE PACTEHHUs BeChMa
pa3HOOOpa3Hbl, HauMHAs OT CTUMYJSIIMA OTKPBITHS YCTBUIl U  3aKaH4YUBas
paspyuienuem xjopoduwina B JucThaX (Ichinose et al.,, 2013). Oxnako ogHUM U3
HanOosee S(PPEKTUBHBIX MEXaHW3MOB TATOTCGHHOCTH C WX YYacTHEM SIBIISETCS
CTUMYJISIIUSI CUHTE3a >kacMoHOBOM kuciothl (Ichinose et al., 2013), kotopasi, B cBOO
ouepesib, SBIACTCA WHTHOUTOPOM CHHTE3a CAJIMIIMIIOBOM KHUCJIOTHI — WHAYKTOpa
3allUTHBIX OTBETOB pacteHuit (Zheng et al., 2012).

Takum 00pa3oMm, TEHJEHIMU HU3MEHEHHS YpoBHSI HAM®D B yudacTkax KOpHS
MPOPOCTKOB TOpOXa, Pa3IUYarONIUXCs IO CTENEeHH CHOPMUPOBAHHOCTU KOPHEBBIX
BOJIOCKOB, TOJIBKO B MIEPBbIE MUHYTHI BO3AEHCTBUA Psp U RIv HOCAT CXOXKUU Xapakrep:
HanOoJiee YYBCTBUTEJIbHBIMU SBJISIOTCS YYaCTKH KOPHS, COJAEpIKallue 3a4aTKd U
MOJIOJIbIE KOPHEBBIE BOJIOCKH.

3HAYUTEIbHBIE OTIWYMA B PEAKUUAX OCHOBHBIX KOMIOHEHTOB ACC
HaOmoxamuch 4epe3 360 MUH TOCII€ WHOKYJSIIMM B 30HAX 3a4aTKOB W MOJIOABIX
KOpHEBBIX BojJockoB (puc. 9, 10). Kak Hu3BECTHO, MMEHHO 3TU 30HBI SIBIIAIOTCS
00JIaCThI0 MAaKCHMAJIbHOTO TIPOHMKHOBEHHS pu3oouii (AxkumoBa u np., 2002).
AxtuBamusa All ¢ nocnemyrommm Bo3pactaHueM ypoBHA HAM® Ha JaHHOM JTarme
B3aUMOJIeHCTBUSL ¢ R/v Moryio ObITh BbI3BaHO JeiicTBueM crenuduyeckux NF, B To
BpeMsl Kak Psp BbI3bIBAI JIMIIb HE3HAUUTEIbHBIM BCIUIECK YPOBHS 3TOM CHUTHAJIBHOU
Mosekyibl. Tak kak Psp crnoco0eH MHGUIHMPOBATH TOPOX TOJBKO 4Yepe3 JUCT WU
CeMeHa, MPUYMHOW ero BiusHUS Ha akTUBHOCTH ACC B KOpHSIX MOTYT OBIThH
CEKpETHPYEMbIE MM TOKCHHBI, B YaCTHOCTH, CUpPUHTOMUIMH. [lo nuteparypHbIM
JAHHBIM, CHPUHTOMHUIIMH Hapymiaer padoTy HMOHHBIX KaHAJIOB B MeMOpaHe
PACTUTEILHOW KJIETKH, B TOM YHUCJIE, BIIMSET HA TPAHCIIOPT Ca2+(Takemoto et al.; 1991;

. o 2+
Hutchison et al., 1995). Tak kak aJeHWIATHUKIA3bl pacTeHud sBistorcs Ca™ -
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3aBUCUMBIM (pepmenToM (DPunmHOBa u np., 2018), MOXKHO MPEAMOTOXKUTH, UYTO
CUPUHTOMUIIMH OINOCPEIOBAHO MOJAYJIUPYET HUX aKTUBHOCTh B YyYacTKaX KOpHS
IMPOPOCTKOB TOpoXa, pa3IUYarolIuXcs IO CTENEeHH CHOPMUPOBAHHOCTU KOPHEBBIX
BOJIOCKOB. BO3MOHO, 4TO KJIETKM KOpPHEH, TOJBKO YTO IMEpEHIe/ne K PacTHKEHUIO,
o0nafaroT OOMbIIeH MPOHUIIAEMOCThIO. TakuM 00pa3zoM, MOXKHO CHENaTh BBIBO, YTO
Rlv n Psp, kak crieuuduueckue Jyisi ropoxa BUAbI OaKTEpUid, TOJIBKO Ha MEPBBIN B3I
BbI3bIBAIOT cx0xkue peakiuu ACC. IIpuuem TOJbKO B TIEpBbIe MUHYTHI B3aUMOICHCTBUS
3a CUET XapaKTepHBIX JUIs BCceX rpamoTpuraTeabHbiXx OakTtepuii PAMPs. Ha Goinee
no3aHuX dtanax (depe3 360 MUHYT B3aUMOJCUCTBHS) CEKPETHPYIOTCS Clienu(uaeckue
JUTSL K&KJ0r0 BUJia OaKTepuil akKTUBHBIE MOJIEKYJIbI, M03TOMY peakiuu ACC B yyacTkax
KOpHA NPOPOCTKOB TOpOXa pPa3iuyaroTcsi B 3aBUCHUMOCTH OT B3aUMOJECHCTBUS C
MYTYaJUCTOM HJIM MTaTOT€HOM.

Kak wu3BeCTHO W3 JUTEpaTypHBIX JaHHBIX, PA3JIUYHBIE IITAMMBI PHU300UIA
OTJIMYAIOTCS MO COCTaBY M COAEPKAHUIO JIUIONOJIUCAXAPUAOB, YTO OMNPENEIseT HX
CPOACTBO K JIEKTMHAM TIOpOXa, BBICTYMAIOIIMX B KAadyeCTBE peuenTpoB (AHTHUITYYK,
Kocenko, 2004; Anenbkuna u ap., 2014; Libault et al., 2010).

[Huxnuyeckuil aneHo3uHMoHOo(docdaT, Kak YacTh H3TOW CUTHAIBHOW CETH,
HalpsIMyl0 HE MOXET OKa3blBaTh 3alIUTHBIA 3(P¢eKT, HO CMOCOOEH BBI3BIBAThH
MOJYJIALMIO aKTUBHOCTU JPYTMX BTOPUYHBIX MECCEHIKEPOB, HANpUMEp NEpPOKCHUIA
Bojoposa (Bindschedler et al., 2001), poib KOTOPOTO B PETyJSLIUM YUCICHHOCTU
pu300mii B KOpHsIX 0000BbIX xopomio uszydeHa (I'nsapko u nap., 2005; Jamet et al.,
2007).

B xozxe HacTosield paboThl ObUIO MOKA3aHO, YTO TOJNBKO 3(P(HEKTUBHBIN MITAMM
Rlv (1022) gepe3 360 MuH mOCi€ WHOKYJISIIMU BBI3BIBAJ CYIIECTBEHHBIN TMOIBEM
ypoBHSI TAM® (okos0 500% OT KOHTpOJIA) B 30HAX KOPHEBBIX OYrOPKOB U KOPOTKUX
KOpPHEBBIX BOJIOCKOB (7-12 MM — urto cootBerctByer II-III 30Ham), TO ecth B Tex
ydacTKaxX, KOTOpBIC SBJISIOTCS HamOoJee YyBCTBUTEIBHBIMH K WHQPHUITUPOBAHHUIO
puzobusimu (Axkumona u Ap., 2002). HeaddexruBHbie nmo azordukcanuu mrammbl Rlv
(1064 u 1065) He MHIYIUPOBAIM TaKUX PE3KUX BCIIeCKOB HTAM® B 30HaX KOpPHS.

[ToMumo KOpHEH, W3MEHeHHEe KOHIeHTpauuun HAM®D Takke HaOMOAAIOCh U B
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ANUKOTWJIE MPOPOCTKOB ropoxa. EcTb cBeAeHHs, YTO  JIMIIOMOJIUCAXAPHUIbI
pu3o0akTepuii, B 3aBUCHUMOCTH OT BapuadenbHOCTH O-aHTUTEHHOW YTIIEBOAHOMN
OOKOBOW IIEMU, MOTYT CTHUMYJUPOBaTh B pPACTEHUSX CHUCTEMHYIO YCTOWYUBOCTD,
KOTOpasi COMPOBOXKIAETCSl TeHepalel aKTUBHBIX ()OpM KHCIOPOJa U BHEKJIETOYHBIM
noxmenadnBanueM cpenbl (Van Loon et al., 1998). O4yeBuHO, 3TO CKa3bIBaeTCsS U Ha
ypoBHe TAM® B »TOM Oprase, rje Oosee BbICOKash KOHILEHTpAIUsi 3TOM MOJEKYJIbI,
HaOmomaemass depe3 15-120 MHH  B3aUMOJEHCTBUS, 4YE€M B KOpHE, TaKXKe
OMOCPEIOBAHHO 3alIUIIAET 3MUKOTWIb OT 3apaK€HHs, 4YTO, B IMPOTUBHOM CIIydYae,
MO>KET IPUBECTH TOJIBKO K OCJIA0JIEHUIO PACTUTEIHOIO OpraHu3Ma.

BecpMa MHTEpPECHBIM BBITTIAT NOBBIIIEHHE KOHUEHTpaunu NAM® B KOpHIX
MIPOPOCTKOB TOpOXa Mmociie KpaTkoBpeMeHHOoro (5 u 15 muH) koHTakTa ¢ Cs, HECMOTpS
Ha a0COJIIOTHOE OTCYTCTBHE €ro aJre3ud, Kak YyKe yKa3blBaJoch B pazuene 3.1.
OueBugHO, uTO akTuBanug KoMroHeHTOB ACC ropoxa HOCHUT HecnenupUuyecKuit
XapakTep U, BO3MOXKHO, cBsA3aHa ¢ Bo3aencTeueM JIIC Cs. MyKkouiHbIE IITaMMBbI 3TOTO
MaToreHa BE€ChbMAa MHTEHCUBHO cuHTe3upytoT kuciable JIIC, gBusgromuecs ux
OCHOBHbIMU (pakTopamu BupysieHTHOCTH. [lo mannsiM T. Wroblewski ¢ coaBropamu
(2009), BuaBl pacTEHUI-HEXO35€B pPEAarupyroT Ha MHOrue (PaKTOpbl BUPYJIEHTHOCTH
Oonee yacTo U OoJjiee MHTEHCUBHO, YEM BHJbI pacTeHUi-x03geB. Ha ocHOBaHMU 3TOTrO
OBIJIO  BBICKA3aHO  MPEIIOJIOKEHUE, UYTO  MPEACTABUTETH  Takux  (aKTOpOB
BUPYJIEHTHOCTH MOTYT B3aUMOJEHCTBOBATh C OOIIMMHU MUIIICHSIMU WJIM BO3/ICHCTBOBATH
HAa OJIMHAKOBbIE (CHUTHaJNbHBIC, MeTabonuueckue) myTtu pacteHuii (Pomanenko,
JlomoBarckas, 2017; Wroblewski et al., 2009). 1o Tem 6oJiee HUHTEPECHO, TOCKOJIBKY B
COCTaBE 3K30METAa0OJMTOB JAHHOTO  BO30YIUTENS] MPUCYTCTBYIOT  MOJIEKYJIBI
b dexTopHON MPUPONBI, HAMPUMEP, CEPUHOBBICE MPOTEHUHA3BI, KOTOPHIE MOTYT
OJIOKMpOBaTh pPa3BUTUE MATTEPH-AKTUBUPYEMOr0 HMMYHUTETA TMYTEM pa3pylICHUs
peuentopoB PRR (Omennukuna u np., 2017).

Cnenyer 3aMeTUTh, 4YTO NOBbINIEHUE YpPOBHSI HAM® B MOAENBHON cHCTEME
«ropox-Cs» MPOUCXOAMNIIO MTOCTENEHHO B KaXKJI0M M3 BBIIIEPACIIOIOKEHHBIX 30H KOPHSI.
[IpencraBmisieTcsi, 9TO ITO MOXKET OBITH CBSA3aHO C KOJWYECTBOM U JJIMHOW KOPHEBBIX

BOJIOCKOB B Kaxka0oi u3 30H. [Tockonbky DIIC Cs obnanatoT gqoBosibHO HU3KkUM pH (4.5-
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5.0), oHM MOTryT HeCHeNUu(PUIECKH JJTOBOJIHHO OBICTPO TMOJKHUCIATh BHEKJIECTOYHOE
MPOCTPAHCTBO KOPHEBBIX BOJOCKOB (Pomanenko u np., 1996). 310, B cBOIO ouepenb,
MOXET TMPUBOJUTH K CIBHUIY DJIEKTPOXHUMHUYECKOTO ToTeHImMana (XOoIMaHCKUM,
KoxeBuukoB, 2016), MHAYKINN «KaJblIUEBON BOJHBDY W JUCTAHIIMOHHOW Mepenaye
curtana (Shine et al., 2019), uro B HamIKUX 3KCHEPUMEHTaX BBIPA3UIIOCH B MOBBIIICHUN
KoHIleHTpauu TAM® B snukotuiie 10 300% u BhIIIE.

B pe3ynbrare npoBeIECHHBIX HCCIEI0BAaHUN MOXHO CJlIeJIaTh BBIBOJL O TOM, UYTO B
KJIIETKaX YYaCTKOB KOpPHEH MPOPOCTKOB TrOpOXa, pAa3IU4YHbIX [0 CTEINEHHU
c(hOpMHPOBAHHOCTH BOJIOCKOB, paboTa OCHOBHBIX KOMIOHEHTOB ACC Momyiupyercs
MoJ, BO3JCHCTBUEM OaKTepuil, Pa3IUYHBIX MO CHEUU(PUYHOCTH U CHEHUATIM3ZAIHUU.
Opnako creneHb u3MeHeHus: akTUBHOCTH ACC Mexay ydyacTKaMH KOPHSI MPOPOCTKOB
ropoxa, OTJIMYAKIIUXCA IO CTeNeHHW CHOPMHUPOBAHHOCTH KOPHEBBIX BOJOCKOB B
pa3lIMuHbIE  MOPOMEKYTKHM  BPEMEHM  HMHAWBHIyaldbHA i1  KaXIOrO0  THUIIA
B3aUMO/ICHCTBUSI.

Takum o0pa3oMm, HMHOKYJAIMS BCEMH BHUIAMU OaKTepuil, HE3aBUCUMO OT HUX
CHEeIUaIN3allid W HBOJIIOIMOHHONW OJM30CTH K PACTEHHIO, B TEpBbIe 5-15 MUHYT
BBI3bIBAJIA MOBBINIEHUE ypOoBHA HAM®D BO BCeX 30HaX KOpPHEW MPOPOCTKOB TOpPOXa.
Crneuuduueckue paznuuus HaOmofanuch Jaumb uepe3 120 MuHyT, Koraa
B3aMMOJICHCTBUE C MYTYaJIMCTOM BBI3bIBAJIO MOBBIMIEHUE YPOBHSI HAM®D B KOpHSX ¢
MOCJIEAYIOIIMM MHTCHCUBHBIM BO3pPAaCTaHUEM B 30HAX 3a4aTKOB U MOJIOIBIX KOPHEBBIX
BOJIOCKOB K 360 muH. B TOXe BpeMs Mpu KOHTAKTE C MAaTOT€HOM, CICIU(PUIHBIM IS
ropoxa, HO HECIOCOOHBIM HH(PUIMPOBATH KOpEHb, ypoBeHb HAM®D He3HauuTelIbHO
kojebanca B nepuon 120-360 MuH: cHUXacs 40 YpoBHSI KOHTpouist yepe3 120 MUHYT u

HE3HAYUTEIBHO Bo3pacTal yepe3 360 MUHYT MOCIE UHOKYJISLIHUH.

3.4. Bausinne uHoKyJssuum R. leguminosarum bv. viciae, P. syringae pv. pisi uan C.
sepedonicus Ha n3MeHeHHe KOHIeHTpauuu YHA0reHHoro H,O, B pa3in4HbIX 30HaX
KOPHSI IPOPOCTKOB IOPoXa M B AMUKOTHIIE

Peanmuzanms 3alMTHBIX MEXaHW3MOB Yy pacTeHUH TIpU WHOUIMPOBAHUN

MYTYaJIUCTUICCKUMU HJIM MMATOI'CHHBIMUA 63KTCpI/I$IMI/I CBsiA3aHa C CHMHTC30M AKTHBHBIX

dbopm kucimopona (ADPK) (Donaldson et al.,, 2016). OnxHoit M3 HamboJIee XOPOIIO
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n3ydeHHbIXx ADK sBasercs nepokcun Boaopona (Kpecmasckuii u gp., 2012). B
YaCTHOCTH, OOJBIIIOE KOJUYECTBO PAOOT MOCBAIMIEHO W3MEHEHHIO KOHIICHTPAIIUU 3TOMN
CUTHAJIbHOM MOJIEKYJIbI Ha MPOJBUHYTHIX CTagusix 0000BO-pHU300MaIBLHOTO CUMOHO3a
cnycts 24 daca um Oomee (BacumbeBa m gp., 2005; Cardenas et al.,, 2008a). Ilo
JUTEPATYPHBIM JIaHHBIM, B KJIETKAaX LEJIbIX KOpHEH MPOpPOCTKOB Pisum sativum
BO3pactanue koHueHTpauuu H,O, mpoucxoauno yepe3d 30 MUHYT MOCJIE WHOKYIISIIUU
sbdextuBHBIM TTamMmMoM RIv (MurtanoBa, 2010). Uepes 24 u 48 u yposenr H,O,
CHIKAJICSI B 30HaX MOJIOJIBIX M 3peIbIX KOPHEBBIX BosiockoB (Bacuibesa u np., 20070;
['nsapko u ap., 2007). Ognako, KoHUEeHTpanoHnHas nuHamuka A®K u, B wactHOCTH,
ATOTO BTOPUYHOT'O MECCEHJKEpa B Pa3IMYHBIX 30HAX KOPHS Ha Oojiee paHHUX dTarax
B3aUMOJICUCTBUS C  pU30OUAMH, OTIMYAOIIMMHCT TI0  d()PeKTUBHOCTH, U
(bUTONATOreHHBIMU OAKTEPUSIMU, PA3TUYHBIMU 10 TUTIAM B3aUMOOTHOIICHUN OakTepuit
C TOpOXOM, ocTaercs wmanousydeHHol. Ha mnpumepe Phaseolus vulgaris Obuio
MIPOJIEMOHCTPUPOBAHO PE3KOE M BpeMEHHOE MoBbllieHHEe ypoBHA ADK B KieTkax
aKTUBHO pACTYIIMX KOPHEBBIX BOJIOCKOB B TEUEHHME HECKOJIBKUX CEKYHJ TMOCIe
BoznerictBust Nod-daktopoB R. leguminosarum bv. phaseoli, 9To0 0TIWYaIoOCh OT
peaKIuu pacTeHus Ha 100aBJIeHHEe XUTUHOBBIX ouroMepoB (Cardenas, 2008a).
[IpoBeieHHBIE HAaMU  3KCIEPUMEHTBHI  MO3BOJUIM  YCTAHOBUThb, 4YTO Y
HEMHOKYJIMPOBAHHBIX KOPHEH MPOPOCTKOB ropoxa HanmOoyiee BBICOKHN Oa3abHbBIN
ypoBeHb HHAoreHHoro H,0O, HaOmomasics B 30HAX 3peybIX M CTApbIX KOPHEBBIX
BojiockoB (IV-V) u nsnuxorune. HaumMeHnbmuii — B 30HaX 3a4aTKOB W MOJIOABIX
KopHeBbIX BOJIOCKOB (II-I11) (Ta6:. 2). B nanbHelmumx uccienoBaHusX JaHHbIE 00pa3Ilbl

CJIIY)KUJIM B Ka4CCTBC KOHTPOJIA.

Taoanma 2
Conepxxkanne sHaorenHoro H,;O, B 30HaxX pocTta W SIUKOTWIE HEHMHOKYJIWPOBAHHBIX KOPHEH
IIPOPOCTKOB IOpOXa.

BapuanTt 30HBI KOPHS SMUKOTHUIIb
I 11 111 1\ \

KoHuenrtpanus

H,0 134+1.1|114+13 |[127+10 [174+16 |157+1.5|64+53

(MKM/mr

Oernka)

[Tpumeuanue: n = 10, m + S.E.
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KparkoBpeMeHHast HHOKYJISAIUS, B TeUeHUEe 5 MuH, 3¢ HexTuBHBIM mTammom R/v (1022)
BbI3bIBajla HauOosee ycuieHHyro reHepanuio ADK, B wactHoctu, s3ugorennoro H,O,,
BO II u III 30Hax, Torma kak B I, IV u V 30Hax KOHUEHTpanus NEpOKCHIA BO3pacraia
MeHee uHTeHCUBHO (puc. 12). Ilox Bo3neiictBuem Psp u Cs xonuentpanus H,O, Obuta
HUXE, 4YeM ¢ R[v, He3HaYUTENbHO OTIMWYAIaCh O] BIUSHUEM 00OUX BHUJIOB OAKTEpHM U
Majo OTJIuYaliach Mo 30HaM KopHs. [Ipum 3ToM BO Bcex BapuaHTax SKCIIEPUMEHTa B
AIUKOTHIIE TPOPOCTKOB KoHIeHTpamusi H,O, cHuxkanach NpakTUYECKH OJAMHAKOBO
npumepHo Ha 20% oT KoHTpods (puc. 12).

Ha cnenyromniem stane cpaBHUBaJIM M3MEHEHUs B KoHIeHTpanuu H,O, B Takux
K€ 30HaX KOPHSI MMPOPOCTKOB ropoxa npu Oojee MIuTenbHOM MHOKYISIUU (360 MUH)
mrammamMu Rlv, paznuyaromuMucs 1o 3¢pGEeKTUBHOCTH a30T(HUKCUPYIONIET0 CUMON03a.
B »Tux ycnoBusix ToibpK0 B [ 30He 3 PeKTUBHBIN 1ITaMM BbI3bIBAJ MOBBIIIIEHUE YPOBHS
H,0, B cpaBHEHUHU € KOHTPOJEM, TOTJIa KaK BO BCEX OCTAJbHBIX 30HAX HHOKYJISIIUS
BCEMU TpeMs IITaMMaMH MIPUBOJUIIA K CHUKEHHUIO YPOBHS MEpPOKCUaa Bojgopoaa Ha 10-
30%. Ilpu sTOM B 3nUKOTWIE TOJIbKO HedpdekTuBHble MmTamMmbl (1064 u 1065)
BBI3BIBAJIM TOBBINICHUE KoHIIeHTpauu H,O, Ha 15-25% (puc. 13).

N3BectHO, yT0O ADPK HE0OXOAMMBI PACTEHHSIM KakK ISl 3allIUTHl OT MaTOTEHOB,
Tak ¥ i1 GopMUpoBaHuUs a3oTPuKcupyromero cumomnosa. Kak curnanpHas MoyieKysia
H,0, MOXeT akTUBHO BIUATH Ha JIEATEIIBHOCTh CUTHAJBHBIX KAaCKaJ0B, aKTUBHPYS
paboty MAP-kuHa3, ¢hocharas u nporennkunas (Kpecnasckuii u ap., 2012). Ilpu atom
MMEET 3HAYEHUE KAaK KOHLEHTpALMS MNEPOKCHUIA BOAOpPOAA, TaAK M €ro BPEMEHHbIC
kojeOanus. IlokazaHo, 4TO moOCIEeIHHE HEOOXOAMMBI Il MPOLIECCOB, BEAYLIUX K
CKPYYMBaHHUIO KOPHEBBIX BOJIOCKOB U MOCIEAYIONIEH NHBA3UU KIIyOSHBKOBBIX OaKTepuid
(Lohar, 2007; Cardenas, 2008a), a ciuimkoM HWHTeHCHBHas nerpamanus H,O, npwu
MH(QUIIMPOBAHUM BBI3BIBACT MOHUKEHHOE KOJHUYECTBO KIyOCHBKOB, KaK IMOKAa3aHO Ha

myTtaHTe monepnsl S. meliloti (Luo, Lu, 2014).
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Pucynoxk 12. M3menenue konueHtpauuun H;O, B 30Hax pocra KOpHSA NPOPOCTKOB Iopoxa IMpHU
WHOKYJISIIIUU B TeUeHUe 5 MuH R. leguminosarum bv. vicea, P. syringae pv. pisi, C. sepedonicus.

B xauectBe koHTposist (100%) ObuIN B3ATHI IPOPOCTKH, HHKYOUpPOBaHHbBIE HA MUTATENbHOU cpene 0e3
Oaxrtepuil. n =3, m + S.E.

* - pasnuums cratuctudecku 3HauuMbl (P < 0.01) npu cpaBHeHnu mexay coboit rpynn «R/v 1022y,
«Psp», «Cs» no xputepuro Hetomena-Keticna
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Pucynoxk 13. N3menenne koHuentpauuu H>O, B 30Hax KopHS mpopocTka ropoxa uepe3 360 MUHYT
MOCJIE MHOKYJISIIIAN Pa3TUIHBIMU 110 a30TUKcAuu mrammaMu Rhizobium leguminosarum bv. vicea.
B xauectBe konTposist (100%) ObuTH B3ATHI IPOPOCTKH, HHKYOUpPOBaHHbBIE HA MUTATENbHOU cpene 0e3
Oaktepuii. n =3, m+ S.E.

* - pasnuuus cratuctudecku 3HauuMbl (P < 0.01). nmpu cpaBHeHUN Mexty coOoii rpymmn «R/v 1022y,
«RIv 1064», «RIv 1065» no kputeputo Heromena-Keiicna
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Kpome TOro, peskoe Bo3pactanue ypoBHA O, U NEpOKCHAA BOJAOpPOAA
HAOMIOaeTCsl MPHU 3apaXCHUH Kak CrneuuUuyeckuMu, Tak W Hecrneuupuueckumu
natoreHamu. [Ipudem B3aumojeicTBUE ¢ HecnenU(PUUECKHUMU MMATOreHaMU BBI3bIBAJIO
0osee nHTEHCUBHYIO npoayKiuio ADPK B MH(MUIIMPOBAHHBIX OpraHax pacTeHui B Oosee
no3nuue nepuoibl BpeMenu (Cheng et al., 2012; Hafez, 2015; Ketta, 2015).

[lo nuTeparypHbIM JaHHBIM, HAa HAYaJIbHBIX JTalmaXx CUMOMOTHUYECKHUX
B3aumMozeiicTBuiil renepanus ADOK sBisercs 6os1ee CHIbHON U MPOIOKUTENBHOM, YeM
npu uHpumposanuu natorenamu (Peleg-Grossman, Melamed-Book, 2012). [Toqo6Hoe
SBJICHUE B Hamel pabore HaAOMIONAIOCh B YyYacTKax KOpHS IMPOPOCTKOB Topoxa,
pa3IMYaIoNUXCs M0 CTETEeHN C(POPMUPOBAHHOCTH KOPHEBBIX BOJIOCKOB, Y€pe3 5 MUHYT
uHpunmrpoBanusa >PpekTuBHbIM mTaMmoM Rlv. Tlpu s3toM, Bo3aeiictBue Psp u Cms
BBI3BIBAJIO MeHbIlee Bo3pacTtanue ypoBHs H,0,. [Ipu popmuposanuu bPC nonasnenue
3alUTHBIX MEXaHU3MOB PACTEHUN MOKET BKIIIOUATHhCS KaK Ha HAYaJIbHBIX dTanax
cuMOMO03a, Kak mokazaHo Ha mojenu M. truncatula (Lohar et al., 2006), Tak 1 Ha ero
oonee mo3zaHux craausx (Bourcy et al., 2013; Berrabah et al., 2014). IlepBblii nuk
Bo3pactanus ypoBHSI A®K B KIeTKax KOHYMKOB AaKTHUBHO PACTYIIMX KOPHEBBIX
BOJIOCKOB OOOOBBIX MPOUCXOJUT YXKE€ Uepe3 HECKOJIbKO CEeKyHJ Tocje J00aBieHUs
puzoomnanbHbeix NF u mutcs 1o tpex munyT (Cardenas et al., 20080). [Ipuyem, sToT
MPOIIECC HOCUT CUCTEMHBIA xapaktep. Tak, KpaTKOoBpeMeHHbI nuk renepauun ADK
ObUT OOHapyXeH B JUCThAX cou mociie 30 MUH MHOKYJSIIIUU KOpHEW B. japonicum
(Fernandez-Gobel et al.,, 2019). Ilpu B3aumonmeWcTBUM  a30THUKCUPYIOIIUX
MUKPOCUMOMOHTOB C OOOOBBIMM y TMOCIEAHMX HAOIIOMAETCS TOJBKO OJIMH IHK
Bo3pactanusi ypoBHsi H,0O, (Lohar et al.,, 2007). Torma kak npu OakTepUaTbHBIX
naToreHe3ax NEPOKCH] BOJOPOJa BBIMOJIHAET 3alUTHbIE (QYHKLUHUU M HapacTaHUE €ro
KOHLIEHTpaluu MpOUCXOAUT B 1iBe (ha3bl, paszneneHHbie Bo BpeMmeHu (Bolwell et al.,
2002).

Cuuraercs, 4YTO OKHCIWUTENbHAs BCIBIIIKA HAa paHHUX OJTamax cuMOno3a
CHIOCOOCTBYET Mepeaue BHYTPUKIETOUHBIX CUTHAJIOB M 3aBUCUT OT perentopoB k Nod-
dakTopam, JOKAIM30BaHHBIM B IUIa3MaJieMMe KJIETOK KopHs 0000BbIX ([lonrux u mp.,

2010; Fernandez-Gobel et al., 2019). OueBugHO, YTO ATO SABJSIETCS HayajioMm OoJiee
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cnerupUIecKoro Mporecca HampaBJIeHUs 0aKTepuid K calTaM MHOKYJISIIUH.

Yepes 360 MuH npu HHQUIUPOBAHUM PU30OUSIMH 3TO SIBJICHHE B yYaCTKaX KOPHS
MPOPOCTKOB TOpOXa, pas3IUYarolIuXxcs IO CTENEeHH CHOPMUPOBAHHOCTU KOPHEBBIX
BOJIOCKOB, CTAQHOBHUTCS BBIPQXKEHHBIM M TOHM)XEHUE YPOBHS H3TOW CHUTHAIBHOU
MOJEKYJIbl B 30Hax aaresun W npoHukHoBeHHs (II-III 30mBI) cmocoOcTByeT
MOBBIIICHHON KOJIOHW3AIMU U BTOPXKEHHUIO pU300Mid B 3TU ydacTku KopHs (puc. 17).
BeposiTHO, B 3TOM cilydae NEPOKCHJ BOJIOPOAA, HApsiy C CHTHAJbHOM pOJIbIO,
BBINIOJIHAECT (GYHKUUU aHTUOAKTEPUAIBHOTO AareHTa, peryjiupys HHPEKIUOHHYIO
Harpy3ky mo 3oHaM KopHs. [lo cpaBHenuio ¢ 3¢ddekTuBHBIM TaMMOM Rhizobium
leguminosarum, o BausiHuEM HeA((PEKTUBHBIX IITAaMMOB depe3 360 MUH UHOKYJISIIIUN
ypoBeHb H,0, cTaHOBUICS HUXE KOHTpOJIA. VMCKIIOUEHHE COCTABIIT 3MUKOTWUIIb, TIE
ypoBeHb H,O, 3HaUMTENHHO MPEBBINIAT KOHTPOJb, YTO CBHUJETEIILCTBYET O Pa3BUTUU
CUCTEMHOT0 3alllMTHOrO CHTHaJa. BO3MOXHO, 3TO €IUHCTBEHHOE MPOSIBICHUE
CTPECCOBOTO CHUTHAJIa TPEBOTM MPOPOCTKA TMPU HWHOKYISIIUU HEIDHEKTUBHBIM
HITAMMOM  pHU300MH, OTJIMYAIOIIETO PEAaKIHUI0 TMpPU BO3AECUCTBUM 3(P(HEKTUBHBIM
mrammoM puzoOuid. [lltammer 1064 u 1065, sBrussich HedhHEKTUBHBIMU Ha KOHEYHBIX
cTagusix 0000BO-pU300MAIBLHOIO  CUMOMO3a, 10  XapaKTepUCTHKE  00JaaaroT
TTOBBIIICHHOM KOHKYPEHTHOCTIOCOOHOCTBIO (ITacmopt KYJIBTYD).
KOHKYypeHTHOCTIOCOOHOCTh ~ PU300HAIBHBIX  OaKTEpHil  ONpeAenseTcs MHOTUMU
(dbakTopamMu, B YAaCTHOCTH, MX BO3MOXXHOCTSIMH YCBaWBaTh MHUTATEIbHBIC BEIIECTBA,
CUHTE3UPOBATh HEOOXOAMMbIC AMUHOKHCIIOTHI U a30TUCThIE OCHOBAHUS, Pa3MHOXKAThCH,
nepenaBaTh curHaibl. Kak ObpUlO MOKa3aHO Ha MyTaHTax Sinorhizobium meliloti,
HauOOJbIIEH HOMYISTHUBHOM KOHKYPEHTHOCIOCOOHOCTBhIO 00J1aaloT OaKTEepUu CO
CHUKEHHOM MHTEHCUBHOCTBIO JCJICHUSI U MUTPAIMOHHON aKTUBHOCTHIO (OHHUIIYK U Ap.,
2001). Kpome TOro, BaXXHYIO pOJb HWrpacT aHTUOWO3 B OTHOILICHUH OCTAJIbHBIX
MUKpPOOPTaHU3MOB, BKJIOYas JApyrue puzoOuanbHbie mrammbl (Onumyk, 2017).
BeposrtHo, 1o 3toit npuurHe mramMbl 1064 u 1065, HecMOTpsi HAa MEHEe UHTEHCHUBHYIO,
M0 CpaBHEHUIO C 3P(EKTUBHBIM IITAMMOM, aATre€3U0, MPUBOJUIN K TMOHIKCHHUIO
ypoBHst H,O, modtr BO BCcex 30HaX KOPHs, YTO MOKET 00JIer4aTh UX MPOHUKHOBEHUE.

[Ipencrasnsier unTepec u3Menenue konuenrpauuu H,O, B snukoTuiie (puc. 12,
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13). Tak kak JaHHBI OpraH MPOPOCTKOB HE KOHTAaKTUPOBaN C OaKTEpUsIMH, TO
M3MEHEHHE YPOBHSI MEPOKCHTA BOJOPOJA CBUIETEIBCTBYET O PAa3BUTHU CUCTEMHOTO
curHana. CHwxkenue ypoBHs H,0,, npudem, OpuUMEpPHO B pPABHOM CTEIEHH IpHU
B3aUMOJICUCTBUH ¢ A((HEKTUBHBIM IMITAMMOM PU300UN M MMATOTCHAMHU B TEUEHUE 5 MUH
(puc. 12), MorJi0 OBITh BBI3BAHO CUTHAJIBLHBIMU COOBITUSIMU, SIBISIOMIMMUCS CIEICTBUEM
Bo3HUKIIEero mnoteHiumana jaeicteus (I1J1). M3sectno, uto I1J] y BBICIIMX pacTeHH
SBJIICTCSI HECTIEM(PUISCKUM M HHPOPMAIUA O TPHUPOJEC Pa3APAXKUTENISI HE HECET.
Opnako OH crocoOeH BbI3BIBATH HecHeNU(PUYECKUd (DYHKIIMOHAIBHBI OTBET B
paznuunbix opranax pacteHust (Ilsteirun u ap., 20080). Ognako yepe3 360 MuHyT
cHmkeHue ypoBHs H,O, B anMKOTHIIE TTPU B3aUMOJIEUCTBUU € 3P(HEKTUBHBIM IITAMMOM
Rlv v nioBbIlieHHe B BapuaHTe ¢ HedPpexkTuBHbIMU (pHUC. 13), XOTS Takke SBISETCS
MPOSIBICHUEM CHCTEMHOr0 CHUTHajla, HO BBI3BAHO pa3inuusMu 1o coctaBy Nod-
dbakTopoB, MHAMBUAYATbHBIX s Kaxaoro mramma R/v (Heidstra, Bisseling, 1996).
Nod-dakTopsl, B3auMOJACUCTBYs C pelienTopamMu KieTok kopHsa ropoxa (OKykos u ap.,
2008), BeposiTHO, akTUBUPYIOT TAILIl, 4TO MPUBOJIUT K M3MEHEHUIO MOHHBIX TTOTOKOB U
uHaykuuu 111

Takum 00pa3oM, KpaTKOBpeMEHHass WHOKYJsiuus (5 ™MuH) 3()QPEeKTUBHBIM
MITAMMOM pHU300Mi B OOJBINEH CTENEHW TMOBBIINIAET KOHIIGHTPAIMIO MEPOKCUIA
BOJIOPOJIa IO CPaBHEHHUIO ¢ 00OMMHU BHAaMu maTtoreHoB (P. syringaepv. pisi, C.
michiganensis ssp. sepedonicus), 0OCOOEHHO B 30HaX, COAEPKAIINX 3a4aTKU U MOJIO/bIC
KOpHEBbIe BoOJIOCKH. Yepe3 360 MUH B3aMMOJCWUCTBUS CO BCEMHM IITaMMaMu R.
leguminosarum mnpoucxoauwno cHuxeHue ypoBHs H,O, B 3TUX ywacTkax KOpHSA
MIPOPOCTKOB ropoxa (3a4aTKU U MOJIOJbIE KOPHEBBIE BOJOCKH). BeposiTHO, 9TO SIBJICHUE
CIIOCOOCTBYET TMOBBIIIICHHOW KOJOHHM3AIMU M BTOPKEHHUIO MYTyalHCTa B 3TH y4aCTKH

KopH# (puc. 13).

3.5. Bausiaue n-0yrupuia-uAM® u cypaMuHAa HA U3MEHEHUE KOHLIEHTPAul
3na0reHHoro H, O, B 30Hax pocTa KOPHS M B 3NMMKOTHJIE NIPH BO3AeicTBUM R.
leguminosarum bv. viciae, P. syringae pv. pisi unu C. sepedonicus
CurHajavHT B PACTUTENBHBIX KIIETKaX OOECIeYMBACTCS B3aMMOJICUCTBYIOIIUMHU

KacKaJlaMH pa3JIMUYHbIX CUTHAJIBHBIX cucTeM (Mazars et al., 2010; Saxena, et al., 2016).

83



[Ipn 3TOM BaKHbBI caMble PaHHUE W3MEHEHHUS B CUTHAJIBHOM CTaTyCE€ PAacCTUTENIbHBIX
KJIETOK, MOTOMY 4YTO B 3TOT NEPHOJ MPOUCXOAMUT IEPENPOrpaMMUPOBAHUE T'€HOMA,
COOTBETCTBYIOIIIEE CTpeccoBOoi Harpy3ke (Mazars et al.,, 2010). HemamoBaxHbIM
SBIISIETCSI CTIOCOOHOCTh BTOPUYHBIX MECCEH/KEPOB OKa3bIBaTh BIUSHUE HA aKTUBHOCTD
KOMIIOHEHTOB JAPYTUX CUTHAJIBHBIX CUCTEM.

Hcxoas u3 3Toro, NpeAcTaBisijio HHTEPEC UCCIIE0BATh BO3MOKHYIO poib HTAMO®
B peryisuuu KoHueHntpauu H,O, B 30HaX pocta KOpHS IMPOPOCTKOB rOpoxa, B TOM
qucye MPU KPaTKOBpEeMEHHOM Bo3zehcTBUM R. leguminosarum bv. viciae, P. syringae
pv. pisi wm C. sepedonicus. JIyist 3TOro ObUT MPOBEJAEH MOJAEIBHBIN JKCIIEPUMEHT C
ucrnojas3oBanueM aHajgora HAM® n-0ytupmi-uAM® — xxupopactBopumoro tAMO® (6-
HAM®), j1erK0 MPOHUKAIOLIETO Yepe3 KIETOUHYIO CTEHKY U MEMOpaHy.

VY HEeMHOKYJIMPOBAaHHBIX OAKTEPUSMHU MPOPOCTKOB rOPOXa MHKYOalus B T€UEHUE
10 MuH Ha pacTBOpax, COJAEPXKAIIUX Pa3JIMYHBbIE KOHIIEHTpanuu n-OyTupmi-uAMO®,
npuBeia K J0303aBUCHMOMY M3MEHEHHIO YPOBHS BHYTPUKIETOYHOro HAM®D BO Bcex
30Hax MPOPOCTKOB rOpOXa U BbISIBUJIA KOHIIEHTPALMOHHYIO 3aBUCUMOCTh B U3MEHEHUU
conepxxanusi H,O, (Tabmn. 3; puc. 14).

VY HEMHOKYJIHMPOBAaHHBIX KOPHEW MPOPOCTKOB ropoxa mnoj BiausHUEM 0-TAMO®D B
KoHHeHTpausax S u 10 HM ypoBens H,O, noBelmancss npuMepHO OJIMHAKOBO BO BCEX
30HaX pOCTa U, B MEHBIICH CTENECHH, B AMUKOTHIIe. n-0-TAM® B koHnenTpanuu 30 HM
HE OKa3bIBaJ HUKaKoro s3@dekra, a npu Oonee BbICOKON KoHueHTpauuu (50 HM n-0-
HAM®) ciocoO6cTBOBaN cHIKeHUIO YpoBHS H,O, B 30Hax pocra KopHs (puc. 14).

JUist  nanpHEHIero M3ydeHus BIMSHUS OakTepuil Ha (POHE MOBBIIIEHHOTO
comepxkanusi HAM® B KJIeTKax KOPHEW MPOPOCTKOB TOpoxa ObLIM BbIOpaHBI
koHuenTparuu 10 u 50 HM n-0ytupuin-nuAM®, kak okazaBlIMe CTUMYJIUPYIOUUN U
UHTHOUpYyIOIUi 3P (HEKThI, COOTBETCTBEHHO (pHC. 14).

KparkoBpeMeHHast MHOKYJISIIUS, B TedeHUE 5 MUH, QD (PEKTUBHBIM mITaMMOM R/v
1022 unaynupoBaia cHmkeHne ypoBHs H,O, Bo Bcex 30HaX mpH JAEUCTBUU N-OyTHUPHII-
HAM® B konuenTpauusx 10 u 50 HM, kpome snukoTUis B Bapuante «R/v+ 10 HM n-
oytupmi-uAM®y. [Ipu sTom nipu uicnons3oBaruu 10 HM n-0ytupun-nAM®D naubomnee

uHTEeHCUBHO ypoBeHb H,0, maman Bo II u III 30nax, a npu 50 M n-Oytupui-uAM®
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uHruouposanue yposus H,O, Obu10 mpuMepHO paBHBIM BO BCexX 30HAX (puc. 15).

Taoauna 3
Brusane n-Oytupnin-uAM® u uHOKynsuuu Oakrepusmu (Rlv, Psp, Cs) Ha conepxxanne tAM® B
KJIETKaX 30H KOPHs POPOCTKOB ropoxa.

Bapuant 30HBI KOPHS SIUKOTHUII
I II 11T v Vv
KOHTPOJIb 49+0.5 39+0.3 3.6+03 34+0.3 3.5+0.3 34+03
Rlv 53+0.5 5.0+0.5 48+04 50+04 52+04 3.3+02
Psp 43+03 5.0+0.5 43+03 49+04 5.0+0.5 3.5+03
Cs 18.8+1.6 21.6+1.9 172+1.5 193+ 1.8 21.2+19 269 +2.1
5 nM 6- * * * * *
HAM® 5.8*%+0.6 5.3*%+0.5 4.8*%+0.5 4.7*%+0.4 4.6*+0.4 3.9+04
10 nM 6- « « « « %
HAM® 5.9%4+0.6 5.5*%+0.5 5.1*%£0.5 4.9*%4+0.5 4 .8*%+(0.5 3.8+0.4
30 oM 6- 6.3*+0.5 6.0*+£0.4 6.0*+0.2 6.0*+0.3 5.9*%+0.4 3.6+0.3
nAMO®
S0 M6~ 10 0vi06 163706 [6.1%40.6  |6.1%£0.5  |62%£05  |4.3%:04
nAMO®
10 nM 64, ,x « « « «
HAM® +RIv 7.9%+0.7 6.5*%+0.6 6.4*%+0.6 6.7*%+0.6 6.8%+0.6 4.24+0.4
10 HMO - « « « «
HAMD+Psp 7.1*%+£0.7 6.9%+0.7 6.9%+0.7 7.1*%+£0.7 7.2*%+£0.7 4.3+0.4
10 nM 6 21.3*+2.1 24 9%+2 2 22.2%4+2 2 22.5%+2.9 232*%£2 .5 28.1*+2.9
HAM®D +Cs ) ) ) ) ) ) ) ) ) ) ) )
50 nM 064
HAM®D + Rl 8.4+0.7 7.2+0.7 7.1+£0.7 7.1+£0.6 7.3+0.6 4.8+0.5
50 nM 064
HAM® +Psp 7.44+0.7 7.3+0.7 6.9+0.7 6.8+0.6 7.0+0.7 4.7+0.5
50 oM 6, 21.0*£2.0 23.0*+£2.3 22.0*£2.0 21.8*+£2.0 24.2%+2 4 28.0*£2.5
LAM® +Cs ) ) ) . ) ) . . . ) ) )

[Tpumeuanue: B kKauecTBe KOHTPOJIS B3AThl IPOPOCTKHU FOpOXa, MHKYOUPOBAaHHBIE Ha BOJIE.

«Rlvy — TPOPOCTKH, WHOKYIUpPOBaHHBIE Rhizobium leguminasarum B TeyeHue 5 MHH., «Psp» -
IPOPOCTKH, MHOKYIUpOBaHHble Pseudomonas syringae B TeueHue 5 MuUH., «Cs» — HPOPOCTKH,
uHokynupoBanubie Clavibacter sepedonicus B Teuenue S5 MuH. «nM O-TAM®» — TpPOpPOCTKH,
WHKYOMpOBaHHBIE C yKa3aHHOU KoHIeHTpaiueil (nM) 6-uAM® (10 mun).; «0-uAM®D+6akTepun» —
IPOPOCTKH, UHKYOUPOBaHHbIE C YKa3aHHOM KoHILEeHTpauuend 0-uAM® (10 MuHYT) U mocienyomen
MHOKYJIALMEH COOTBETCTBYIOIIUM BUIOM OakTepuil B T€UEHUE 5 MUH.

* - paznuuus cratuctruuecku 3HaduMsbl (P < 0.05). npu cpaBHenuu rpynn «5 HM n-0-uAM®», «10 HM
n-0-TAM®», ««30 HM n-6-uAM®D», «50 HM n-6-nAM®D» ¢ o0111eii rpynmnoil «KOHTPOJIbY, B KAUECTBE
KOTOPOM MCIIOJIb30BalId MPOPOCTKU, MHKYOUPOBAHHbBIE HA BOJE; NpH cpaBHeHUH rpymnm «10 HM n-6-
HAM®+Rlvy, 10 HM n-6-uAM®+Psp», 10 EM n-6-uAM®D+Cs» ¢ o0rieit KoHTposbHO# «10 HM n-6-
HAM®y; npu cpaBHeHuu rpynn «50 HM n-6-uAM®+R/v», 50 HM n-6-uAM®D+Psp», 50 HM n-6-
HAM®+Cs» ¢ obmelt kKoHTponbHOH «50 HM n-0-uAM®y»; mo kpureputo JlanHera.

n=3,m= S.E.; P<0.05.
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ITon Bo3aeiictBuem Psp u Cs xonuentpauust H,O, Takke CHUkagach BO BCEX
ydacTKax M HIUKOTUIIE MPU O00eMX KOHIEHTpalusx n-Oytupmi-uAMO®, mpuueM B
Oosblieli crernenu, yeM ¢ Rlv. Ilpu stom B Bapuante «10 HM n-Oytupuia-nAM® +Cs»
koHneHTparusi HO, B | 30He u B snukoTmie Obuta HIke, yeM B 10 HM n-Oytupmui-
HAM® + Pspy, Bo II, 11l 30nax — Beimie. B IV u V 30nax yposens H,O, 06611 ipriMepHO
OJIMHAKOBBIM TMPU BO3ACHCTBUM 000MX BUIOB martoreHoB (puc. 15). B ciyuae
peIBapUTENbHON HHKYOAIIMU KOpHEW MPopocTKoB ropoxa ¢ 50 HM n-Oytupuin-uAM®
IpU BO3JCUCTBUM OOOMMHM BHUJIAMU NATOTEHOB MPOUCXOJUIO CHUkeHue ypoBHs H,O,

IPUMEPHO B PaBHOU cTeneHu, kpoMe MepucteMsl (I ydactok) (puc. 15).

200 -
180 @1 30Ha
02 3o0Ha
160 @3 30Ha
@4 30Ha
140 @5 30Ha
120 E3[HKOTHIL

100
80
60
40
20

H202, % k KoHTpoO.I10

5 gM n-0- 10 #M n-6- 30 n-6-ntAM®P 50 HM n-6-
nAM® nAM® nAM®

Pucynok 14. BiusHue pa3nuuHbIx KOHLIEHTpauui n-0ytupui-utAM® na usmenenue ypoHs H,O, B
30HaX POCTa KOPHS M SMUKOTUIIE HEMHOKYJIUPOBAHHBIX OAKTEPUSIMU MPOPOCTKOB TOpOXa.

B kauectBe xoHTposst (100%) ObLIN B34THI NPOPOCTKH, UHKYOHpOBaHHBIE Ha Bojie. n =3, m + S.E.

* - paznmuuus cratuctudecku 3HauMMbl (P < 0.01) npu cpaBHeHHM MexXy cOOOH Ipymi «y4acToK+5
HM n-Oytupun-uAM®», «ydactok+10 HM n-Oytupuin-uAM®y», «ydactok+30 HM n-Oyrupui-
HAM®», «yuactok+50 HM n-Oytupun-uAM®y no kpurepuro Hetomena-Keiicna.
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Pucynok 15. Bausiuue unokynauuu R. leguminosarum bv.vicea/P. syringae pv. pisi/C. sepedonicus
Ha W3MeHeHue KoHmeHTpauuu H,O, B 30HaX pocra KOpHS MPOPOCTKOB TOpoxa Mocie Ha (oHe
BO3eUCTBUSA n-OyTupuia-utAMO®:

A — Oaktrepuun + 10 HM n-Oytupuin-uAM®y»; B kadectBe koHTpoids (100%) mpuHsST BapuaHT
«HEUHOKYJIMPOBaHHbIE OaKTepUsMHU MpopocTku ropoxa + 10 HM n-Oytupun-uAM Dy

b — Oakrepun + 50 HM n-Oytupuin-uAM®y»; B kaudectBe koHTpoisisi (100%) npuHAT BapHaHT
«HEUHOKYJIMpPOBaHHbIE OaKTEepUAMHU MPOPOCTKU ropoxa + 50 HM n-Oytupun-uAMOy.

n=3, m=S.E.

* - pasnuuns cratuctudecku 3HauuMbl (P < 0.05) mpu cpaBHeHUU Mexay coboit rpynn «R/v 1022+n-
Oytupun-uAM®», «Psptn-0ytupun-uAMO®y, «Cs+n-0ytupun-uAM®» no kputeputo Hpromena-
Keiicna.
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Jlnst  Goyiee TOJNHOTO JOKa3aTelnbCcTBA ywactuss HTAM® B perynsnuu
BHYTpHUKJIETOUYHOTO ypoBHS H,O, OBLIM NPOBEACHBI JKCIEPUMEHTHI C YYaCTHEM
cypamuHa, uaruouropa TAILl, B pacTBOpe KOTOPOro MHKYOUPOBAIHM MPOPOCTKH ropoxa
B TeueHue 30 MuH, mociie dYero ompenensyii kKoHueHtpauuio HTAMD u H,0,.
HccnenoBanus mokasajiu, 4To MOJ €ro Bo3AeicTBUEeM KOHIeHTpaius HAM® B 30Hax
pocTa KOpHsl cHMXkanack npumepHo Ha 40%, a conepxanue H,O, Bo Bcex 30HaxX KOpHs

U SIIUKOTHIIE Bo3pacTaio (Tabn.4; puc. 16).

Tadauua 4
Brnusaue cypammaa (800 MkM) u mocnenyromeld HWHOKYJISAIMH OakTEepUsIMA Ha W3MCHEHHE
conepxanus HTAM® B KieTKax 30H KOPHs MPOPOCTKOB ropoxa, HMOJIB/MT OeKa.

30HBI
Bapuanr

1 I 111 v \Y% ONUKOTUITb
Kontposnb 52+0.5 42+038 3.6+031 3.4+0.32 35+033 3.4+0.31
Cypamun 2.2 +£0.21 1.3£0.15 12+0.12 1.7+0.14 1.8+£0.13 34+03

CypamuH + Rlv 2.7*+0.21 2.0*+0.18 1.6*+0.11 1.6+0.12 1.8+£0.12 3.5+0.3
Cypamun + Psp  2.2+0.21 2.1*+0.18 1.9*+0.15 1.5+0.15 1.3*+£0.1 33+£0.2
CypamuH + Cs 24*+0.1 23*+0.2 1.9*+0.18 1.9+0.17 1.8+0.16 3.6+0.29
[Tpumedanue: B KauecTBe KOHTPOJIS B3ATHI IPOPOCTKH FOPOXa, HHKYOMPOBAaHHBIEC Ha BOJIE.
«CypaMUH» — MPOpOCTKH, UHKyOupoBanueie ¢ 800 MkM cypamuna (30 MuHyT) «cypamMuH+RIvy —
npopocTku, uHKyoupoBaHHeie ¢ 800 MkM cypamuna (30 MHUHYT) C MOCHEAYIOIIEH HHOKYJSIHUEH
Rhizobium leguminasarum B Te4eHHne 5 MUH., «CypaMuH +Psp» — IpOpOCTKU, UHKyOHpoBaHHbIe ¢ 800
MKM cypamuna (30 MUHYT) ¢ mocienyroue HHoKymsuet Pseudomonas syringae B T€4€HUE 5 MUH.,
«cypamuH +Cs» — nIpopocTkH, MHKyOupoBaHnHble ¢ 800 MkM cypamuHa (30 MUHYT) ¢ TOCHIEIyIOLIEH
uHokynsuueit Clavibacter sepedonicus B TeueHue 5 MUH.
* - paznmuums ctatuctuueckd 3HauMMbl (P < 0.05) mpu cpaBHeHuu rpynn «cypamuH+RIv 1022,
«cypamMuH+Psp», «cypamMuH+Cs» C 0OLIell KOHTPOJBbHOM TpYyNIOW «CypaMUH» IO KPHUTEPHUIO
JlanHera.
n=3, m=S.E.

[TocnenoBaTenbHasi MHKYyOalUsi TPOPOCTKOB C CypaMHHOM, a 3aTe€éM 5 MHH C
COOTBETCTBYIOIIIUMH MHUKPOOPraHU3MaMy HE3HAUYUTEIBHO CHU3WIIA KOHUEHTPALUIO
H202 (pI/IC 17)

[Ipy HCKYCCTBEHHOM TOHM)KEHUHM KOHLEHTpauun HAM® ¢ pagpHEUIIMM
Bo3nericteueM Rlv comepkanne H,O, B yuyacTkax KOpHS MPOPOCTKOB TOpoOxa
OCTaBaJIoOCh Ha ypoBHE KOHTpoyisi (V 30Ha W SIUKOTWIB), JUOO HE3HAUYUTEIIHHO
cumkanock (I-1V 30HbI) B cpaBHEHUU ¢ BapHaHTOM «cypaMuny (puc. 17).

[Ton BausiHuem Psp ypoBeHb BHyTpukierouHoro H,O, B 30HaxX pocTta KOpHS
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3HAUYUTEJILHO CHIJKAJICS BO BCEX Yy4dacTKax KOpPHEH MpopocTKoB ropoxa (puc. 17).
Nuokynsanust Cs Takxe 3HAYUTENbHO cHUXKana ypoBeHb H,O, Bo Bcex ydacTkax KOpHeEH

MPOPOCTKOB TOPOXa, AHAIIOTMYHO C BapuaHToM «Pspy (puc. 17).
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Pucynox 16. Biausaue cypamuna Ha koHIeHTpauio H>O, B 30HaX pocTa KOpHS HEMHOKYTUPOBAHHBIX
OakTepHUssMH TIPOPOCTKOB TOpoxa. B KadecTBe KOHTPOJIS TPUHSATHI KOPHU IPOPOCTKOB TOPOXa,
WHKYOUpPOBAHHBIC Ha BOJIC.

n=3, m=S.E.
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Pucynok 17. BiusiHue cypamuna Ha koHueHTpauuio H>O; B 30Hax pocTa KOpHsI IPOPOCTKOB TOpoXa
TIpU MHOKYJISAMH R. leguminosarum bv.vicea, P. syringae pv. pisi, C. sepedonicus B TSUCHUE 5 MUHYT.
B kauectBe xoHTpois (100%) mpuHATHI KOPHU HPOPOCTKOB ropoxa, WHKyOupoBaHHble B 800 MkM
cypamuHe B TeueHue 30 MUHYT.

n=3, m+S.E.

* - pazmuuusa cratuctuueckd 3HauuMbl (P < 0.05) npu cpaBHeHMH Mexay coOol rpymnm
«cypaMuH+tRIv», «cypaMuH+Psp», «cypamuH+Cs» no kpureputo Hetomena-Keiicna
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[lo nurepatypHbsiM naHHbiM, HAM®D wMoxeT OBITh OJHUM W3 TPHUITEPOB,
3aIyCKAIONIUX MOJCKYJISAPHBIE MEXaHU3MBbI, CIIOCOOCTBYIOIINE TMOBBIMICHUIO YPOBHS
A®K, rimaBHBIM 00pa3oM, BHYTPHKJIETOYHOrO Iepokcuaa Boaopoaa (Bindschedler et
al., 2001; Sabetta et al., 2016, 2019). B myranTax apabuaorcuca, OTIMYAIOIIAXCS
U30BITOYHBIM  COJIEpKAHUEM BHYTpUKIETOUHOro HAM®D, npu wuHPUUIUPOBAHUU
Pseudomonas syringae pv. tomato 3alepKUBajoCh pa3BUTHE PEAKIIMH CBEPXBBICOKOM
yyBcTBUTENBHOCTU (CBY), a Takke MOHMKAINUCH YPOBHU BHYTPUKIETOUHOTO KaJIbIUS
U Tiepokcuaa Bojgopoaa (Sabetta et al., 2019). Hamm nanHble MOATBEPKIAIOT, 4TO Kak
NOBBIIICHHBIM, TaK W TMOHWXEHHbIA ypoBHHM HAM® OKa3bplBalOT BIMSHHUE Ha
koHueHTpauuo H,O, B KileTkax KOpHSA MpOpocTKOB ropoxa. Habmomaemblil 3¢ ekt B
m3meHeHnn ypoBHs H,O, OT mociienoBaTeslbHOrO HACHIIEHUS KJIETOK KOpPHSI ropoxa
HAM® u nanpHelie MHOKYISIUUA OAKTEPUSIMH MOXKHO OOBSICHUTH T€M, YTO MOJ MX
BO3JICIICTBUEM  YBEIMYUBAIOCH  cojepxkaHue HAM® B  KIeTkax, KOTOpPOe
«HAKJIAJbIBAJIOCh» HA YK€ HMEIOUINNICS TOBBIIICHHBIA BCJIEACTBUE HWHOKYJISIUN
OakTepussiMu  ypoBeHb  SHJOreHHoro  UHAM®.  CHuwxeHHe  KOHIIEHTpaluu
BHYTpUKIeTOUHOTO TAM® Ha 40% B 30HaxX pocTa KOpHS CTUMYJIMPOBAJIO MOBHIIICHUE
ypoBHS H,0,, 4TO Takke CIyKUT NOKa3aTeIbCTBOM BIUAHUA NAM®D Ha M3MEHEHUE
koHneHTparuu A®K, B tom uucine H,O,. OdeBuaHO, 4TO MaHHBIM (EeHOMEH HOJKEH
3aTparuBaTh KakK MEPOKCUA-IPOU3BOASAIIME, TaK M NEPOKCUJI-YTUIUZHPYIOIIHE
dbepmentsl. [lpencransiercsa, uto HTAM® MOXeT OKa3blBaTh HA AKTHUBHOCTb TaKUX
(GbepMEHTOB OIMOCPEIOBAHHOE BIIMSHHUE, HAMpPUMEpP, 4Yepe3 HYKICOTH]I-3aBUCUMbIC
KaJIbIIUEBbIC HOHHBIC KaHAJIbl B KJIETKaX KOpHs ropoxa. CyliecTBOBaHUE TaKUX KaHAJIOB
y MHOTHX BHWJOB M B Pa3JIMYHBIX OpPraHe/ljaX PaCTUTENbHBIX KIETOK MOKa3aHO B
muteparype (Pomanenko, JlomoBarckasi, 2017; Ordofiez et al., 2014). V3menenue
KOHIICHTPAIIMU BHYTPUKIETOYHOTO HAM®D cTUMyNIHpyeT HEATEeNbHOCTh KaJbIMEBBIX
KaHaJOB, YTO MPUBOJUT K MOBBIIICHUIO YPOBHS BHYTPHUKJIETOYHOTO KAJIBIIUSI U MOKET
moxayiupoBarb, Hanpumep, HAJIDOH-okcunasy (Poovaiah et al., 2002) u karamazy
(BacunbeBa u np., 2007a). Cnenyroree 3a 3TUM U3MEHEHHUE KOHIICHTPAIIUU MEPOKCUIa
BOJIOPOJIa MOXET OKa3blBaTh BIUSHHE HA MEPOKCH]I-3aBHCUMBIE KaJIbIIUEBbIC KaHAJIbI

(Demidchik, 2018), 4To JOMOJHUTENBHO MPUBOIUT K U3MEHEHUIO aKTUBHOCTH MHOTHUX
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KaJbpIuil-3aBucuMbIX GepmentoB (BacunbeBa u np., 2007a). Hanpumep, B MoneiabHON
CUCTEME TOPOX — R. leguminosarum B 9yBCTBUTEIBHBIX K WHOUIIMPOBAHUIO 30HAX OBLIO
3apukcupoBano cHmkenne ypoBas H,O, u O, (Saeki, 2011) Hapsay ¢ OCHMLIAIUASIME
BHyTpuKJIeTouHoro Kanblus (Granqvist et al., 2015).

[IpoBeneHHbIE HAMU SKCIIEPUMEHTBHI MO3BOJISIOT 3aKIIOUUTh, YTO KOHIICHTPALIUS
H,0,, B TOM uuciie BHYTPHUKJIETOYHOTO MEPOKCHUIA BOJOPOJA, B KIETKaX KOPHS
IIPOPOCTKOB ropoxa M 3MUKOTHIIE 3aBUCHUT, B TOM YHCJIE, OT U3MEHEHHUSI KOHUEHTPALUH
SHA0reHHoro tAM®O.

[Ipuuem Bo3neiicTBUe R/v NPUBOAWIO K MEHEE WHTEHCHUBHOMY CHHUXEHUIO
ypoBHs H,O, 1Mo CpaBHEHHIO C MHOKYJISLIHEN Psp Kak B YCIOBUSAX HCKYCCTBEHHOIO
u30bITKa, TaK W HejocTaTka KoHIeHTpauuu HAM®. B To xe Bpems, MHOKYJALUU
naToreHoM kaprodenst Cs U crienupruueckuM IJisg ropoxa NaToreHoM Psp NpUMEpPHO B
paBHOW CTENEHU 3HAYUTENbHO CHMXanu ypoBeHb H,O, BO Bcex ywacTkax KOpHEH

POPOCTKOB ropoxa (puc. 17).

3.6. Bausinue 3x3orennoro H,O, na aktuBnoctsh TAILL n pAll, BblaeJIeHHBIX U3
KJIETOK KOPHEe#l MPOPOCTKOB ropoxa mnocjae HHOKYJIAIUU 3P PeKTUBHBIM IITAMMOM
R. leguminosarum bv. viciae, P. syringae pv. pisi, C. sepedonicus

Perynsinus CUrHanbHOM CETH PAaCTEHHUW OCYILIECTBIISIETCS, B TOM YMCIIE, 32 CUYET

MOJYJIUPYIOIIEH  aKTUBHOCTM  BTOPUYHBIX  MECCEHKEPOB,  OKa3bIBAIOILIUX
aAKTUBHUPYIOIIUN/UHTUOMPYIOUK 3PPEeKT Ha PepMEHTHI MEPBOTr0 MOPSAIKA CUTHAIBHBIX
cucteM. [TorToMy ObUTIO M3yY€HO BIMSIHHE EPOKCHAA BOAOPOAA HA aKTUBHOCTH TALl n
pALl, BbI€IEHHBIX U3 KJIETOK KOPHS MPOPOCTKA ropoxa.

B skcnepumeHTax NpUMEHSUIM HECKOJIBKO KOHIIEHTPALUW MEPOKCHUIa BOAOPOAA:
100 u 260 M, 2.6 MkM u 26MxM (puc. 18). Ilepokcua BomoOpoja OKa3bIBAIU
J10303aBUCHMBIA  MHTUOUpYyomuii  3Pdekr Ha akTuBHOCTh pAILl (xod3ddurment
koppessiuuu r=(-0.37) npu P<0.05), a Takxe TAL (korddunment koppensiun r=(-0.68)
npu P<0.05) (puc. 18 A).
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Pucynoxk 18. Bousnue paznuunbix koHueHTpauuid H>O, u uHOKymsiuu OakTepusiMu Ha aKTUBHOCTD
TALl u pAll B KOpHSX NPOPOCTKOB ropoxa: A — HEMHOKynHpoBaHHble npopocTku + HOy; b —
H,0,+RIV1022; B — HyO2+Psp; I — HyO,+Cs. Kontponem ans Bapuanta «A» CIyXKWIH IPOPOCTKH,
MHKYOMpOBaHHbIE Ha MUTaTeNbHOW cpene Oe3 Oaxtepuil. Konrponem s Bapuanto «b, B, I'»,
CIy’KHiIH 00pasisl U3 Bapuanta «A». n =3, m = S.E. * - pasnuuns craructiuecku 3HaunmMbl (P<0.05)
IpU CpaBHEHUM MeX 1y coboii rpynn «b», «B», «I'» mo kpureputo Hetomena-Keiicna.

O4eBUOHO, 4YTO CYLIECTBYET OTpULATENbHAs KOPpPEJSALHsS  BO3ACHCTBUSA
sk3oreHHoro H,O, B pa3nuMyHbIX KOHUEHTPALMSAX Ha aKTHUBHOCTh 00eux (opm
aJICHUJIATIMKIA3bl. AHAJIOIMYHOE SIBJICHHE HaONI0AajJoch MpU MPEIBOPUTEIHLHOM
MHOKYJMPOBAaHUU KOPHEH MPOPOCTKOB rOpoxa BCEMHU BHJIAMHU HCIBITYEMBIX OakTepuid
(Tadm. 5).

[Tocne MHOKYIAIMHU TPOPOCTKOB Tropoxa 3(PGEeKTUBHBIM IITAMMOM R/v B TEUEHHE
5 MMH U3 KOpHEH noayyanu romorenar, coaepxauuii TALl u pAlLl. lob6aBnenue k Hemy
NEepOKCUAa BOAOPOJA MPUBOAMIO K CYHUIECTBEHHOMY HWHTHMOMPOBAHUIO AKTUBHOCTH
obeux ¢hopm aneHmnaTimkiIassl (pu BosaercTeun Ha TALL (r=-0.79) nmpu P<0.05), pAl]
(r=-0.91) npu P<0.05) npuueMm HHrUOMpOBAHHE TaKXKE OBLIO J10303aBUCUMOE:
HanOonbInas koHreHTpaius H,O, BeI3bIBana camoe cuiibHOE MHTHOMpoBaHue (puc. 18
b). Ilocne Bo3neiictBuA Psp akTUBHOCTH 00eux ¢opm All cHuwxkanace (mipu

BozjaeiictBun Ha TAILL (r=-0.69) npu P<0.05; npu Bo3neiictBuu Ha pALl (r=-0.74) npu
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P<0.05) B GombImeit creneHu, 4em MpH BO3NEHCTBUH R/v, TIpHM BCEX KOHIICHTPAITUSIX
sk3orenHoro H,O, (puc. 18 B). Ananoruussiii uaruOupyroumii 3¢pdexr Habdbmogancs
nocyie uHokyJsinuu Cs: akTuBHOCTH PALL (r=-0.65) mpu P<0.05) u TALl (r=-0.73 npu
P<0.05) (puc. 18 T).

Tabauna S
3aBucuMOCTh akKTUBHOCTH TAIL] u pAlLl, BbIICIEHHBIX W3 KOPHEH MPOPOCTKOB TrOpoxa, OT

KOHIIeHTpanui sx3orennoro H,O,

Bapuantsi H,0, Riv + H,0, Psp + H,0, Cs + H,0,

®opmbl ALl TAIlL | pAll | TAIl | pAll | TAIl | pAIl | TAIl | pAll

Kos¢pduumenr | -0.68 |-0.73 |-0.79 |-091 |-0.69 |-0.74 |-0.73 |-0.65

KOpPpeJIsiliiH, ¥

Bennunna 2.89 3.35 4.1 6.8 2.99 3.47 3.357 |2.67

CJAyYaiHOM

OIIMOKH, tya6, 3Ha4 3Ha4 3Ha4 3Ha4 3Ha4 3Ha4 3Ha4 3Ha4

TecHoTa CBA3ZH 3aMeTHas, | BHICOKas, | BBICOKasi, | BECbMa 3aMeTHasl, | BHICOKas, | BBICOKas, | 3aMeTHas,
oOpatHas | oOparHast | oOpaTHas | BBICOKas, | oOpaTHas | oOpaTHas | oOparHas | oOpaTHas

oOparHas

[Tpumeuanue: «H,O,» — ALl HEeMHOKYIMPOBAaHHBIE KOPHU MPOPOCTKOB ropoxa.
«RIv+H,0,» — KOPHU MPOPOCTKOB rOpoxa, MHOKYIUpOBaHHbIe Rhizobium leguminosarum bv. vicea.
«Psp+H;0,» — KOpHH IPOPOCTKOB ropoxa, MHOKYJIUpOBaHHbIe Pseudomonas syringae pv. pisi.

«Cms+H;0,» — KOpHU POPOCTKOB ropoxa, HHokynupoBaHHsie Clavibacter sepedonicus.
n=10, m+ S.E, P<0.05.

B3anMoBnIusHUE BTOPUYHBIX MECCEHDKEPOB Pa3IUYHBIX CHUTHAIBHBIX CHCTEM
MMeeT BaXXKHOE 3HAYEHUE BO MHOTUX METa0OJMYECKUX Ipolieccax pacTeHuid. M3BecTHO,
YTO CyLIECTBYET TECHOe B3amMojeiicTBHMe Tepokchaa Bomopoma ¢ Ca’’ m NO B
OHTOTEHE3e pacTeHWd U mnpu (OPMUPOBAHMHU 3AUIUTHOTO OTBETA. Y CTAaHOBJIIEHA
criocobHocth H,O, omocpenoBanHo BiIMATHL Ha cuHTe3 sHjporeHHoro NO (Lin et al.,
2012; Shi et al., 2015). Taxxe u3BecTHa poOJIb MEPOKCUIA BOJOPOJA B PETYISAIIUU
yposust Ca®" (Wu et al., 2010). B gactaoctu, V. Demidchik ¢ coasr. (2007) moxasan,
410 3K30reHHbIi HyO, MpUBOIUT K 10303aBUCIMOMY BPEMEHHOMY YBEIIMUEHUIO YPOBHS
Ca”" B srmaepmuce kopust Arabidopsis thaliana (Demidchik et al., 2007).

Hcxons u3 TOTO, YTO MEPOKCH] BOJOPOJA B BBICOKMX KOHIICHTPAIMSIX MOXKET
BIUATh Ha QYHKIIMOHAIBHYIO aKTUBHOCTh MeMOpaHHbIX OenkoB (BecenoB u mp., 2001;
Jlykatkun, 2002), B HacTOSUIMX OHKCIEPUMEHTAX HCIOIb30BaIu 0o0Jiee HU3KUE
sK30TreHHbIe KoHIleHTpauuu H,O, (Hano- u mukpomossipasie): 100 u 260 HM, 2.6 MmxkM

u 26 MxkM. Ilo pe3ynbraTaM NMpOBEAECHHBIX HCCIEA0BaHUM, 3K30TeHHbIM H,O, BbI3bIBAI
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NoJIaBJICHHE aKTUBHOCTU 00eux (Gopm ageHmnaTiukiassl (puc. 18).

MOXHO TpPEANOoNOKUTh, UYTO BIMSHUE ONBITHBIX KOHUeHTpauuit H,O, Ha
akTUBHOCTh PAL] ObUIO CBSI3aHO C KOH(POPMAIMOHHBIMU H3MEHEHHUSIMU aKTHBHOIO
LIEHTpa 3TOro epMeHTa. B monb3y 3Toro CBUAETENHCTBYET 10303aBUCUMBIN 3P HEKT OT
BIIUSIHUS PA3JIMYHBIX KOHIEHTpAIMi MEepOKCHIa BOJOPOAa HA MU3MEHEHUE aKTUBHOCTHU
ALl (puc. 18). Kpome Toro, mo nuTepaTypHbIM JAaHHBIM, MEPOKCU]] BOJOPOJA MOKET
OKHUCJISITh HEKOTOphle aMHHOKHUCIOTHI (Arg, Pro, Lys, Met, Cys, Tyr, His) B cocTtaBe
akTHUBHOTO IleHTpa depMeHToB (Stadtman, Levine, 2003), 4To NPUBOIUT K U3MEHECHHIO
uX akTUBHOCTH. CllelyeT OTMETUTh, YTO K 00paTUMOMY OKHUCIIECHUIO CITOCOOHBI TOJBKO
cepyconepxkanue amMuHokuciaoTel (Kemp et al.,, 2008). Hecmorps Ha TO, 4TO
aMUHOKHUCIIOTHAsI TocienoBarenbHoCcTh All pacTenuit momHoCThIO HE pacuimdpoBaHa,
€CTh OTACNIbHBIC pPAOOTHI, TIOCBSIICHHBIC BBIICHEHHUIO TEPBUYHOU CTPYKTYPHI
bparMeHTOB ~ PEeKOMOMHAHTHBIX  O€NKOB,  OOJaJAONIMX  aJCHWJIATIUKIA3HOM
aKTUBHOCTBIO, a Takke pacmudpoBaHa HYKICOTHIHAS IMOCIEIOBATEILHOCTh UX
KaTanuTuackoro mneHTpa (Al-Younis et al., 2015; Chatukuta et al., 2018). [IpoBenenHbIit
HaMU TOJCYET aMHUHOKHUCIOTHBIX MOCJIEI0BATEILHOCTEN KaTaauTHyeckoro mnentpa All
(AtKUP71-100) B cocTtaBe MynbpTHOEIKOBOro kKommiekca K'- 3aBucumoii mepmeass 7
(AtKUP7) (Al-Younis et al., 2015), a taxxe aaenmnaruukiassl (AtLRRACI), B
komiiekce ¢ perentopom (NBS-LRR) (Chatukuta et al., 2018), mokazanu Hanmuuue
27% wn 28% aMHUHOKHCIOT COOTBETCTBEHHO, KOTOPBIE, COIVIACHO JMUTEPATypPHBIM
nauueiM  (Stadtman, Levine, 2003) moryt mnojBepraTbCsi OKHCICHUIO TEPOKCHIOM
BOZOpoa. BecbMa MHTEpPECHO, YTO B MX YUCJIO BXOAUT M aMUHOKHUCIOTHas mapa Lys-
Arg, kotopas B karautudueckoM neHTtpe Al oreeuaer 3a koHBepcuio AT® B tAMOD
(Gehring, 2010). Takum 00pa3om, ¢ OOJBIION JOJEH BEPOSATHOCTH MOYKHO I10JIarath,
YTO TEPOKCHUJ BOJIOPOJIa OKa3bIBACT BIUSHHE HAa KaTaTUTUYECKHE (PYHKIHMH STOTO
dbepmenTa. JlOMOTHUTENBHBIE MMOATBEPXKIAIONINE JaHHBIE MOTYT OBITH MOJY4YEHBHI B
JTadbHEHIIeM TPpU MCCIEIOBAaHUM KHHETHYeCKuX mapamerpoB All mop BimstHMEM
NepoKCcHUaa BOJOPOAa.

Kak Oputo moka3zaHo paHee, KpaTKOBPEMEHHOE HHOKYJIUPOBAHHE KOPHEH

POPOCTKOB Topoxa Rlv, Psp wnu Cs npuBOAWIO K MOy akTUBHOCTH TALL u pALl
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Y, COOTBETCTBEHHO, K M3MEHEHUIO KOHIIEHTPALUH BHYTPUKIETOUHOro HTAM® (puc. 9,
10).

Takum oOpa3zoM, B HACTOSIIIMX JKCHEPUMEHTAX U3 MHOKYJIMPOBAHHBIX KOpPHEU
IpOpOCTKOB Topoxa Obutn BbimedeHsl TALL u pAll ¢ yxe MogupHUIMPOBAHHON
aKTUBHOCThIO. KpoMe TOro, aneHunaTUMKIa3bl, BBIICICHHBIE W3 HHOKYJIMPOBAHHBIX
TKaHEW, YXK€ MCIBITAIM BO3JACHCTBUE IMEPOKCHAA BOJIOPOJA, MOCKOJBKY B 3TOM
BapUaHTE JAETEKTUPOBAJICA MOBBIIIEHHBIA ypoBeHb H,O, B KileTKax KOpHS MPOPOCTKOB
ropoxa. B cBA3u ¢ 3TUM MOKHO MoJjaraTh, YTO CHWKeHHE akTUBHOCTU TAILl mn pAll B
3TOM CJIy4ae CBSI3aHO C aJJINTUBHBIM KOMIUIEKCHBIM 3(QQEKTOM 3HIOTEHHOTO U
sk30reHHOro H,O,. MOXHO IpeanonokuTh, YTO 3a BECbMa KOPOTKHM NPOMEKYTOK
BpEMEHH, 5 MUH, akKTUBHOCTh TAL] Moria ObITh MOIUPUITPOBAHA HECTICU(DUUESCKUMU
(dakTopamu BUpPYJIEHTHOCTH R/v W Psp, TaKUMU Kak HEKOTOpbIE MOJHcaxapuibl U
NOBEPXHOCTHBIE O€NKHU OaKTepui, MMEIOLIME MHOIO OOIIET0 y I'paMOTpPULATENIbHBIX
oakrepuit (Chang et al., 2014). Kpome Toro, nmpu unuiupoBanuu R[v B KIETKax
0000BBIX BO3HUKAET KPATKOBPEMEHHBINM MOTEHIMAT JCUCTBUS, 3alyCKaIOIIU HOBbBIC
Merabonuyeckue mnporpammel y pacteHuit (Cooper, 2007). Ilpu sTtom Momymsius
akTUBHOCTU PALl MOXKET OCyIIECTBIATHCA TOJBKO OMOCPEIOBAHHO, BEPOSITHO, 3 CUET
JIPYTUX BTOPUYHBIX MecceHkepoB. Hampumep, panee Obuia nmoka3ana aktuBanus pAl]
U3 BaKyoOJiel KJIETOK CBEKJIbI MOHAMU Kajbius (JlomoBatckast u ap., 2014). OueBunHo,
YTO JIOKAJIbHOE MOBBIIIEHNE KOHIEHTPALMH MEPOKCUAA BOJOPOAA HE TOJIBKO MPUBOJIUT
K MOJYJSAIMM aKTUBHOCTU 3Toi (opmbl ¢depmeHTa (puc. 18), HO Takke BBI3bIBACT
U3MEHEHUE KOHUEHTPAIIMOHHOIO CcTaTyca APYIMX CUTHAJIbHBIX MOJEKYJ, B YaCTHOCTH,
MOHOB KaJlbIUs. DTO CIEAYeT W3 JIMTEPaTypHbIX AAHHBIX O MEPOKCUI-3aBUCUMBIX
KaJIbIIUEBBIX HMOHHBIX KaHajaX, KOTOpble ObUTM OOHApPYKEHBI Yy MHOTUX BHUJOB
pactenuii, B ToM unciie y ropoxa (Demidchik, 2018).

IIpn mHOKynmHMpoBaHuu Cs W MOCIEAYIOLIErO BIMSHMS 3K30M€HHOIO MEPOKCHIA
BOJZIOpO/Ia Takke HaOmrojancs uHruoupyromuii 3pdext Ha aktuBHOCTh TALl 1 pALl.
[IpoBeneHHbIE paHee SKCIEPUMEHTHI MOKa3alid, 4yTO MHOKYJsuua Cs NpUBOAMIIA K
cuwibHOM aktuBauuu TALL u pAll (puc. 9) U HE3HAUYUTENLHOMY YBEIMYEHUIO YPOBHS

H,0, B 30Hax pocra KOpHSA MNPOPOCTKOB ropoxa (puc. 12). DTO MOrjio SIBUTHCA
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OCHOBHOWM MPHUYMHON «mpeaBaputeiabHoin» Moaudukamuun ALl in vivo, urto B
JadbHEWIlIeM  OTpa3Wiiocb Ha  4yyBcTBUTENbHOCTH All K  JONOJHUTENBHBIM
KOHIIEHTpaIUsIM MepoKcuaa Bojopoaa in vitro (puc. 18 I'). Kpome storo, He ciemyet
3a0bpIBaTh 00 OCOOEHHOCTSAX JACHCTBYIOUIETO OMOTHYECKOTO (haKTOpa: KaK YOMHHAIOChH
paHee, Kwucible J3K3omnonucaxapuabl Cs  CIOCOOHBI MPUBOAUTH K H3MEHEHUIO
ANEKTPOXUMHUYECKOTO TIOTEHIMANa KIETOYHOM CTEHKHM U IUIa3MaJeMMbl  KJIIETOK
pactennit (IIsteirun, 2007). NHTEHCUBHOCTh BO3HUKAIOUIETO MPHU 3TOM IOTEHIIMAJIA
JNEWCTBUS HWHIYUUPYET AKTHBALMIO PA3JIUYHBIX HOHHBIX KAaHAJIOB, B TOM YHCIE H
kampiueBbix (Swarbreck et al., 2013). OdeBumgHO, YTO TIPU 3TOM (HOPMHPYETCS
WHIUBUIYAIbHBIA Iyl HOHOB KalbIMS, KOTOPBIA W OKa3bIBAET JIONOJHUTEIBHOE
BIUsiHAE Ha akTUBHOCTH TALl m pALl. MOXHO NpEeAnoI0XNUTh, YTO B 3TOM IIPOLIECCE
MOTYT YYacTBOBaTb W Jpyrue BTOPHYHBIE MECCEH/KEphI, HAIpUMEpP OKCHUJ a30Ta,
NIEPEKPECTHOE B3aMMOJCHCTBUE KOTOPOTO C MEPOKCHIOM BOAOPOJA U KAJIBLHUEM YXKE
nokasaHo B nuteparype (Mazars et al. 2010; Saxena et al., 2016).

Takum oOpazom, akTUBHOCTH TALl u pALl U3 KJIETOK KOpPHS MPOPOCTKOB ropoxa
MO’KET MOJIyJIMPOBATHCS MEPOKCUIOM BOJOPOJIa, a OMOTUYECKUE CTPECCOPHI OKa3bIBAIOT

JOTIOJTHUTENbHBINA 3(D(PEKT Ha 3TOT (PEHOMEH.
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4. SAKVIIOYEHUE
M3BecTHO, 4YTO Ha paHHUX JdTanax B3aUMOJICUCTBUA MYTYAIMCTUYCCKUE W

dbuTOnaTOreHHbIE OAKTePUU BBI3BIBAIOT CXOJHBIC PEAKIIMA CUTHAIBHBIX CHCTEM
pactenuit. Ilpu 3TOM, HEMaJOBAXKHBIM SIBISIETCS  CIIOCOOHOCTh  BTOPUYHBIX
MECCEH/DKEPOB BIIMATh Ha paboTy [APYrHMX CUTHAIBHBIX cHUCTeM. HaumbOomee
WCCJICIOBAHHONW B CTAHOBJIEHWH OO00OBO-pHM300MAIBLHOTO CHMOWMO3a W B 3alIUTHBIX
peakuusX TNpU TaTOreHe3e SBISETCS pOJib TOJBKO HEKOTOPHIX BTOPUYHBIX
MECCEH/IKEPOB, HAaIpUMEP, IEPOKCHIa BO10poia, HOHOB Kanblius U NO. B Toxke Bpemst
y4acTHe B 3THUX NpOlleccax KOMIIOHEHTOB aJICHWJIATIMKIIA3HOW CUTHATBHON CHCTEMBI
(ACC) u, B yactHoctd, TAM® ocTaeTcs mOUTH HE U3YYCHHO.

[ToaToMy T1IeMh JAHHOTO WCCIIEIOBAHUS COCTOSUIA B HW3YYCHUH AaKTUBHOCTH
koMrioHeHTOB ACC, a Ttakke ux B3auMocBs3u ¢ H,O, B 30Hax KOpHS MPOPOCTKOB
ropoxa, OTIUYAIONINXCS IO CTENEHW CPOPMHUPOBAHHOCTH KOPHEBBIX BOJIOCKOB, Ha
Tamax  ajaresud  000OBO-pU300MANBHOrO  CMMOMO3a W NpPU  UHOKYJIALMH
OaKTepHaIbHBIMU MTATOT€HAMH PA3IMYHON CTIEIIM(UIHOCTH.

[Tpukpenienne O0akTepuii K pacCTUTEIBHBIM KJIETKAM SIBIIICTCS OJHUM H3 CaMBIX
paHHUX 3TallOB B3aUMOJICUCTBUI, KOTOPBIA COMPOBOXKIACTCS MHAYKIIUEH CUTHAJIBHBIX
coobrtuii. IlosTomMy Ha mepBoM »Tame ObLI MPOBEAEH CPABHUTEIBHBIA aHAIU3
WHTEHCUBHOCTU aJre3UM IUTaMMOB Rhizobium leguminosarum bv. viciae (RIv),
oTnuyaronmxcss 1o 3OPEeKTUBHOCTH a30THUKCUPYIOIMIET0 CcUMOMO3a, a Takke
Pseudomonas syringae pv. pisi (Psp)— natoreda ropoxa; u Clavibacter sepedonicus
(Cs) — matorena kaproderns, B yuacTKax KOpPHS MMPOPOCTKOB TrOpoXa, pazauvaronInxcs
M0 CTETeHH CPOPMUPOBAHHOCTH KOPHEBBIX BOJIOCKOB U AITUKOTHUIIE.

ITo HEKOTOPBHIM JTAHHBIM, OCOOCHHOCTH IIITAMMOB PHU300MH MOTYT MPOSBISATHCS
y)K€ Ha JTare ajare3ud. B HammMX SKCIePUMEHTaX HEOOpaTUMbBIA XapaKTep aare3us
Rhizobium leguminosarum bv. viciae nproOpeTana B y4yacTKaXx KOpPHEH, CoJeprKaliux
BOJIOCKA Pa3JIMYHOM CTEeneHu 3pesioctd, Kk 360 MHHYTaM B3auMOJEHCTBHS, W OblIa
HanOoJjiee MHTCHCUBHON y 3(@PEeKTUBHOTO, MO CpaBHEHUIO C HEIPHEKTUBHBIMH IIO
a30T(UKcaIKU ITaMMaMH.

Anres3us nmarorera ropoxa Psp mocturaiia Makcumyma K 15 MuHyTam mHKyOaIuu
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B aHAJOTUYHBIX C 3(PPEKTUBHBIM MITAMMOM pu300mii ydactkax. Omnako yepe3 120
MUHYT €€ HHTEHCUBHOCTb CHIXKAJIACh, a K 360 MUHyTaM YK€ MOJHOCTBIO UCUE3aa, YTO
CBUJETEIBCTBYET 00 OTCYTCTBUHU CHELU(PUUYECKUX B3aUMOJECHCTBUM Psp ¢ KieTKaMu
KOPHS TOpPOXa Ha IaHHOM JTare.

Anres3us natoresa, 4y;kepoaHoro s ropoxa, Cs, IOJHOCTBIO OTCYTCTBOBAJIA BO
BCEX 30HAaX pOCTa KOPHS ropoxa Kak uepe3 5 MuH, Tak U 4epe3 15 MUH MHKyOauuu.
[ToaToMy SKCIIEPUMEHT OB OTPaHUYEH STUMHU BPEMEHHBIMH TOUKAMH.

O4eBUIHO, YTO IUIOTHBIM KOHTAaKT MHKPOOPTaHHU3MOB C IOBEPXHOCTBIO KOPHSI
IPOPOCTKOB T'OpPOXa MOXET BBI3BIBATH HM3MEHEHHS B CKOPOCTH pPOCTA, a TAKXKE
aKTUBHOCTH CHUTHAJbHBIX cUCTeM pacteHus. [lo pesynbraTam mpOBEIEHHBIX
uccienoBanuif, uyepe3 360 MuH B3aUMOJCHCTBUS MYTyalIUCT M cCHeUUPUUECKUN
NATOT€H HE OKAa3bIBAJIM CYIIECTBEHHOTO BIMSHUS HA POCT KOPHEH MPOPOCTKOB ropoxa.

[Tpu 3TOM, pU3006MM M MATOTE€Hbl OKA3bIBAIN Pa3INYHbIN 3()(PEKT HA AKTUBHOCTH
TpaHCMEMOpaHHOW U «pacTBOpuMoOil» ¢opMm aneHwnaruukia3z (tAll, pALl) u,
COOTBETCTBEHHO, YPOBEHb HTAM® B pa3IMUHBIX y4acTKax KOPHS IPOPOCTKOB ropoxa.
Tax, npu kparkoBpeMeHHOM Bo3aeicTBUM (5 MUH-120 MHUH) 3QPEKTUBHBIM ITAMMOM
Rlv n narorenoM ropoxa Psp npoucxonuna aktuaius TAL] u pAll Bo Bcex 30Hax
KOpHSl NPOPOCTKOB ropoxa NPUMEPHO B IOJTOPA-IBA pas3a, YTO BO BCEX CIy4asx
MPUBOJUIIO K MOBBIMICHUIO YpoBHA HAM®D, 3a uckiatoueHuem BapuaHta «Psp 120
MuH». OmHako, OoJiee UTENbHAsE MHOKYISAUUS d(PdekTuBHbIM mTaMMoM Rlv (360
MUHYT) BbI3bIBaja pe3Koe Bo3pacTaHue ypoBHSI HAM®D B ydacTkax c 3ayaTKaMu U
MOJIOJBIMA KOPHEBBIMU BOJIOCKAMH, B OTJIMYKE OT BO3AECUCTBHUS HEIPPEKTHUBHBIX IO
a3oT(uUKcalMi IITAMMOB pu300ui, a Ttakxe Psp. HHTepecHo, 4TOo U3 Bcex
UCCJICIOBAHHBIX BUAOB OakTepuii, HauOosbiryto aktuBanuio TALl u pAll wu
BO3pacTaHue ypoBHs HAM® Bo BcexX 30HaX poCTa KOPHS BbI3bIBAJ HECHEUU(PUUECKHUM
U1t ropoxa natoreH Cs yke B mepBble 5-15 MUHYT mociae MHOKYJISILUHM, HECMOTPS Ha
MOJIHOE OTCYTCTBHE aire3uu. Takum oOpa3oM, MOXKHO ClIeJaTh BHIBOJ O BaXXHOW poJd
HAOreHHOro UAM® B peryisiiuyd paHHUX cTaauil 0000BO-pU300MATBHOTO CUMOMO3a
Y 3aIUTHBIX PEAKLIHAX TP MATOrEHE3E.

[Tepokcun BomopoAa TakKe OTHOCUTCA K CUTHAJbHBIM MOJIEKYJIaM PaCTEHUMU.
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Bonbiioe konuyecTBO pabOT MOCBALICHO HM3YYEHHIO €r0 POJM Ha MO3AHHUX CTaIHsIX
6000BO-pu30OHanpHOr0 cuMOno3a (24-48 vacos). Hamm uicciienoBanus mokasaid, 4To
KpaTKOBPEMEHHAsI MHOKYJISIUSA 3(P(GEKTUBHBIM IITaMMOM R[v, 5 MHUH, HHIyLIMpOBaja
Haubosee Bbicokuil ypoBeHb H,O, BO Bcex ydacTkax KOpPHS MPOPOCTKOB ropoxa Io
CpaBHEHHUIO ¢ Bo3jaencTBUeM Psp u Cs.

Onnako 4epe3 360 MHUH BO3JEHCTBHS B BapuaHTaX C pa3IUYHBIMHU 110
azoTdukcupytomein shdextuBHOCTH TMTamMMamMu R. leguminosarum ypoBenb H,0,
OMYCKAJICA HUXKE KOHTPOJIA B 30HAX 3a4aTKOB M MOJOJIBIX KOPHEBBIX BOJOCKOB. lIpu
3TOM B SIUKOTHIJIE MPHU BO3ACHCTBUH 000MMHU HEd((HEKTUBHBIMU IITAMMAMU YPOBEHb
H,0, Obu1 HaMHOrO BBILIE KOHTPOJS IO CPAaBHEHUIO C 3(P(PEKTUBHBIM IITAMMOM.
MHTepecHO, 4TO Ha JAHHOM JTale IIPU B3aUMOJACUCTBUM IIPOPOCTKOB TOpOXa ¢
3¢ (}exTUBHBIM mITAMMOM pU300uil u3MeHenus ypoBHsi H,O, B 30HaX MPOHUKHOBEHHUS
(3a4aTKX ¥ MOJIOJIbIE€ KOPHEBBIE BOJIOCKH) UMEIIO MTPOTUBOIIOIOKHYIO HAPABICHHOCTh
no cpaBHeHUIO ¢ HDAMO®: eciu ypoBeHb HAM®P HHTEHCMBHO BO3pacTal, TO
KOHLIEHTpalus NEPOKCUAA BOJOPOJA CHIKAIACK.

Jlo cuxX TOp OCTalTCA MAJIOMCCIECAOBAHHBIMA MEXAHU3Mbl B3aUMOBIHSHUSA
KOMIIOHEHTOB OJIHUX CHUTHAJIBHBIX CHCTEM pAaCT€HUW Ha JpYyrue, OCOOEHHO IO
BO3JICICTBHEM CTPECCOPOB PA3IUYHONU TPUPOLBI.

IloaToMy B creayrooled CEepuH HKCIEPUMEHTOB HCCIECNOBAIM BO3MOXKHYIO
B3aMMOCBS3b MEKy U3MEHEHHEM ypoBHEHN dHI0reHHbIX HTAM® u H,0O, B 30Hax pocra
ropoxa, a TakXKe BIHMSHHE Ha OTOT TMPOIECC BO3ACUCTBUS OaKTepuaIbHBIMU
MyTyaJucTaMu U (PUTONATOT€HAMHU.

B pe3ynbTaTe NpoOBENEHHBIX HCCIEAOBAHMI BIEPBBIE IIOKAa3aHO, YTO Kak
U30BITOK, TaK W HEAOCTATOK BHYTpUkieTo4yHOoro NAM®D okxa3piBaeT BIMSHUE Ha
U3MEHEHUE KOHLEHTPALMH SHJOT€HHOIO MEPOKCHIA BOJOPOJA B 30HAX POCTa KOPHS
MPOPOCTKOB Topoxa. Tak, sk3oreHHbIl n-OyTupuia-ntAM®, anamor mAM®, nerko
MPOHUKAIOUIMNA B PACTUTEIbHBIE KIETKHU, B HU3KUX KOHIEHTpauusx (5 u 10 HM),
croco0cTBOBan MoBbIIeHUIO ypoBHA H,O, BO Bcex ydacTkax KOpHEW MHpOPOCTKOB
ropoxa, Torna kak 30 HM He okasbiBasi d3pdekra, a S0 HM cHIXaIM 3TOT MOKa3aTeNb

BO BCEX 30Hax. B Toke BpeMs CHMKEHHE KOHILIEHTPAMU BHYTPUKIETOYHOTO TAM®D ¢
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NOMOUIBIO CypaMuHa, HHruoutopa TAILl, mpuBOAMIO K BO3PACTaHUIO KOHLIEHTPALUU
H,0, B0 Bcex 30HaX KOpHSL.

Jlns nanpHEHX ucciaeaoBanuii Obutu BeIOpansl 10 u 50 HM n-0ytupun nAMO,
KaK OKa3aBIlIMe caMblii 3aMeTHbIN 3 dexT. [Tocnenyromee 3a Bo3aeHCTBUEM N-Oy TUPHII-
HAM® kparkoBpeMeHHOE€ (5 MHUHYT) HWHOKYJIMPOBAaHUU OaKTEpUAMU OKa3allo
HEOJIMHAKOBOe BiMsHUE Ha coxepkanue H,0,: wuHbuuuposanue RIlv mocie
Bo3nelicTBUsl O0-HAM® B 00enx KOHUEHTpalusX MOYTH B OAMHAKOBOM CTENEHU
cHU3MII0 KoHueHTpanuo H,O, Bo Bcex 30HaX, 3a HCKIHOYEHUEM SIIMKOTUIISA B BapUAHTE
«10 EMn-0yTupun-uAM®». MHokymsmus o00MMH BHAaMU MMaTOT€HOB BbI3Bajia Oolee
3HAYUTEIBHOE, N0 CpaBHEHHIO ¢ Rlv, cHmxenue ypoBHs H,O, B 30Hax pocta KOpHS
IIPOPOCTKOB TOpPOXa.

WNuokynsiiust RIv 1ocie MCKYCCTBEHHOIO TOHMKEHHSI KOHLEHTpauun HAMO®
IPUBOJMIIA K HE3HAYMTEIBHOMY CHMKEHHIO cozepxkanus H,O, B I-IV 30Hax KopHs
npopocTKoB ropoxa. Bozneiicteue Psp u Cs CIy W10 NPUUMHON O0Jiee MHTEHCUBHOTO,
[0 CpPaBHEHHMIO C pu3o0usMH, TonaasieHus ypoBHs H,0O, B ydacTkax KOpHEH,
coJepKalmx cOpMUPOBAHHBIE KOPHEBBIE BOJIOCKH, @ TAKXKE B AITUKOTHIIE.

Takum o00pa3oMm, TPOBEIECHHBIE HCCIENOBAHMUS TIOKa3ajld, 4YTO YPOBEHb
DHAOTEHHOIO IMEPOKCHUJA BOJAOPOAA B KIETKAaX IPOPOCTKOB IOpOXa 3aBHCUT OT
M3MEHEHHUS] KOHLIEHTPALMY BHYTPUKIETOYHOTO UAM®.

Ha crnenyromem »srtamne ObUIM MPOBEACHBI HCCIEAOBAHMS IO  BIMSHHIO
DK30M€HHOTO NEPOKCcHAa Bojopoaa Ha akTtuBHOcTh TAIl m pALl B romorenare,
MOJIY4eHHOM U3 KOPHSI MPOPOCTKA Topoxa. B skcnepuMeHTax NpUMEHSUId HECKOIbKO
KOHIIEHTpalui mnepokcuaa Boaopona: 100 m 260 uM, 2.6 MxkM u 26 MxM. beuio
IIOKa3aHO, YTO  DK30INE€HHBI  NEpPOKCHJ  BOAOPOA  MOJABISAI  AKTHUBHOCTH
aZieHUIaTIMKIa3, npudeM 3P ¢dekT ObUT 10303aBUCHUMBIM. Tak Kak HCIHOJIb3yeMbIE B
sKcriepuMenTax KoHneHTpanuu H,O, (HaHO- 1 MUKPOMOJISIpHBIE) OBLITH HEIOCTATOYHO
BEJIMKU JUJIsI TOrO, 4YTOOBI BBI3BIBATH IOBPEXKIECHHE MEMOpaHbl, TO BEPOSTHO,
HaOmomaembli  3@dexr sx3oreHHoro H,0O, cBA3aH ¢ KOHPOPMALUOHHBIMU
M3MEHEHUsIMU akTUBHOTO 1IeHTpa TAL[ u pAll, nokann3zoBaHHOTO B UTOIIa3Me. bosee

CYLIECTBEHHOE  J0303aBUCHUMOE WHTHMOMpPOBAHUIO  AKTUBHOCTH  o0eux  ¢opMm

100



aJICHUJIATIIMKIIa3bl B TOMOTE€HATe HAOII0aIOCh MOCJe MPEABAPUTEIBHON HHOKYJIISIUH
HeNbIX KopHeW mpopocTkoB RIv. [lpu muokynsuuu Psp u Cs CHU)KEHHE aKTUBHOCTU
pAll u TAILl OO0 OoJiee WMHTEHCHMBHBIM, YeM B BapuaHte c Rlv. HabGmromaemsbrit
3¢ deKT, BEpOsSTHO, CBSI3aH C aJTUTHUBHBIM KOMIUIEKCHBIM JIEHCTBHEM SHAOT€HHOTO U
sk3oreHHoro H,O,, MocKoIbKy U3 HHOKYJIUPOBAHHBIX OAKTEPUSMU KOPHEH IPOPOCTKOB
ropoxa Obuti BeieneHbl TALl u pAll ¢ MoauduIIUPOBaHHONW aKTUBHOCTHIO, KOTOPHIE
y>K€ UCTIBITAIN BO3ACHCTBUE SHAONEHHOIO MEPOKCH 1A BOAOPOIA.

Ha ocHOBaHMM pe3ylbTaTOB NPOBEAECHHOTO WCCIEIOBAHMS, a TAaKKE C
NPUBJICUYCHUEM JUTEPATYPHBIX JAHHBIX, MOYKHO TMPEICTAaBUTH CIEAYIOUIYIO CXEMY
aKTUBAIlMM AJCHWIATHHUKIA3HOM CUCTEMbl W €€ B3aUMOJIECHCTBUA C NEPOKCHUAOM
BOZIOPOJIa B KJIETKAX KOpHS IPOPOCTKOB IOpoXa Ha PAaHHMUX CTAaIUAX HHOKYJIALIMH
a30T(PUKCUPYIOIIUMU CUMOMOTUYECKUMHU WIM (PUTOMATOTCHHBIMU OaKTepUsiMU (pHC.
19).

[Io namemy MmHeHu0, HTAM® MokeT ObITh OMNOCPEIOBAaHHBIM HHIAYKTOPOM
OKHUCJIUTEIIbHOM BCIBIINIKKM B KJIETKAaX PAaCTEHUM, YTO MOATBEPKAAECTCS HEKOTOPHIMU
JUTEPATYPHBIMU JaHHBIMH. [Ipu MHOKYIHMpOBaHUU OAKTEPHUSIMU BO3pacTaHUE YPOBHS
HAM® npoucxoIuT B pe3yJbTaTe peLenTop-0OnoCPETOBAHHON WM HECTIELH(PUIECKOM
aktuBariun  TALl, BepositHo 3a cuer PAMPs, Nod-dpakTopoB u apyrux
sk30MeTaboMuTOB OakTepuii. M3MeHeHuWe BHYTpUKIETOUHOTro myna HAM®D wmoxer
OKa3bIBaTh PETYJISATOPHBIM 3(QQPeKkT Ha AaKTUBHOCTh HYKJICOTU[-aKTHBUPYEMBIX
KQJIbIIUEBBIX KaHAJOB, MPUBOJA K KPATKOBPEMEHHOMY IOBBIIIEHUIO KOHIIEHTpaluu

ATOM CUTHAIBHOW MOJIEKYJIbI B IIUTOILIA3ME.
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MAMP ITnazsmanemma
Bakrepun l CNGC ROS-kana
N =1 / HAIDH \

OoOKCHIaas3sa

- Penentop \
Cal““\\ / Caz*
Ca?'

TAL

KATATTABA

Pucynok 19. Cxema akTuBaluu aJeHWIATHHMKIA3HOM W CYNEPOKCHICHUHTA3HON CUTHAJIBHBIX
CHCTEM B KIETKaX KOpPHS TPOPOCTKOB TopoXa HA paHHHUX CTAAWAX B3aMMOJCHCTBHS C R.
leguminosarum bv. viciae, P. syringae pv. pisi u C. sepedonicus.

CO/l-cynepokcuaaucmyTrasa

CNGC (cyclicnucleotide-gatedchannels) - peryiaupyemMble IUKINYECKUMU HYKJICOTUAAMU HOHHbIE
KaHaJIbI.

MAMP (microbial associated molecular patterns) — MUKpOOHBIEMOJIEKYISIPHBIETIATTEPHbI

ROS-kaHane! — HOHHEIC KaHAJIBI, 3aBHCUMBIe 0T ADK

DTo, B CBOIO odYepeab, MokeT mpuBecTu K aktuBaiuu HAJI®H-okcupassl u
CO/l. JloxasbHOE W3MEHEHHE KOHIIEHTPAIMM BTOPUYHBIX MECCEHIKEPOB MOTYT
OKa3bIBaTh aKTUBHUPYIOMUNA/MHTUOUPYIOMUN 3PdeKT Ha PepMEHTHI MEPBOro MOPSIKA
CUTHAJIBHBIX CHCTEM. Kak OTMeYalioch BBIIIE, KalbLMd MOXKET MOIYJIUPOBATH
aktuBHOCTh HAJI®H-okcumaze, COJl m kartanas3bl, a MO HEKOTOPHIM JaHHBIM, H
akTUBHOCTH TAII u3 KIIeTOK pacTeHuit kaprodes.

Takum oOpazoM, MOAYJSLMS KOMIIOHEHTOB aJ€HUJIATIUKIA3HOW CUTHAJIbHOU
CHUCTEMBI B KJIETKaX KOPHEHW MPOPOCTKOB IOpOXa B MEPBBIE MUHYTHI B3aUMOACHCTBUSA

KakK C 6aKTepI/IaJ'IBHI)IM MYTyaJIUCTOM, TaK U CO CHeHI/I(l)I/I‘-ICCKI/IM IIaTOrcdHoM, HOCAT
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CXOXXHMH Xapakrtep. Pa3znuuus B aKTUBHOCTH 3TOM CHUTHAJIIBHOM CHUCTEMBI MPOUCXOIAT
yepe3 HECKOJBKO YacOB IOCIIE MHOKYJSILUUA W, BEPOSITHO, HANIPABJIEHBI HA 3aIlyCK Y
ropoxa XapakTepHBIX JUIsl KaXKJOro THIAa B3auMoJeUcTBHUs TmpoieccoB. Haubonee
WHTEHCUBHAsI, 1O cpaBHEHUIO ¢ RIv u Psp aktuBauus ALl m HamOoJsiee BBICOKOMIA
ypoBeHb HAM® 1pu  B3aUMOJICMCTBUM  KOPHEH IIPOPOCTKOB TOpoxa C
Hecrienuduueckum natoreHoM Cs MOXET OBbITh OOYCIIOBJIEHA XapaKTEPHBIMHU IS
JTAHHOTO IITaMMa SK30METa00IUTaAMHU.

[ToBbrmienrie ypoas H,O, B mepBble MUHYTHI B3aUMOJCUCTBUSL C OaKTEpUSMU
NPOUCXOAMIM BO BCEX YYacTKaX KOpHEH, HE3aBUCUMO OT HUX CHEeUU(PUIHOCTH U

cricnuajan3alnuu.
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BbIBO/1bI

1. B ywactkax KOpHS NPOPOCTKOB TOpOXa, pA3JIMYHbIX MO  CTENEHU
c(OpMUPOBAHHOCTH BOJIOCKOB, HeoOpaTumasi aire3usi HaOIIOIAeTCs TOJNBKO TIpU
UHOKYJISIMU R. leguminosarum bv. viciae, mpudeM €€ HHTEHCUBHOCTb, BEPOSITHO,
3aBUCUT OT COCTaBa 3K30MeTab0OIUTOB ITamMMma. Anresust P. syringa epv. pisi ucue3aer
yepe3 360 MUHYT MOCJIe MHOKYJISIIIMU, YTO YKa3bIBaeT Ha €e 00paTUMOCTh, a aare3us C.
sepedonicus OTCYTCTBYET Kak 4yepe3 5, Tak U 4epe3 15 MUHyT B3auMOCHCTBUSI.

2. B pa3inuHBIX ydacTKax KOpPHS MPOPOCTKOB ropoxa HE BBISIBICHA B3aHMOCBS3b
MEXJy Bo3pacTaHueM akTUBHOCTH KommoHeHTOB ACC (TtAll, pAll, nAM®) wu
UHTEeHCUBHOCTBIO anre3un Clavibacter sepedonicus n Pseudomomas syringae pv. pisi.
[Ipu unokymsiuu R. leguminosarum bv. viciae HabmonaeTcss HauboJee UHTEHCUBHAS
aktuBanus obeux (opm ALl m Bo3pactanue ypoBHS HAMO®D B 30HaX 3a4aTKOB U
MOJIOJIBIX BOJIOCKOB, 4TO cBHUAeTenbCcTBYyeT 00 ydactun ACC B pa3Butuu 0000BO-
pU300MaNbHOrO0 CUMOKO03a.

3. Nuokynsimust R. leguminosarum bv. viciae/P. syringae pv. pisi/ C. sepedonicu
SBbI3bIBACT M3MeHeHUEe akTUBHOCTA TAL[ u pAlLl u ypoBHs nAM®, a taxxke H,0, B
AMUKOTUIIE POPOCTKOB rOPOXa, YTO ABJISIETCS MPOSBICHUEM CHCTEMHOI'O CUTHAJA.

4. NHokynsiust mpopocTKOB ropoxa 3(P¢GeKTUBHbIM WTaMMoM R. leguminosarum
bv. viciae 1022 B TeueHne 5 MUHYT BbI3bIBA€T 00Jie€ UHTEHCUBHOE, [0 CPABHEHHUIO C
natorenamu (P. syringae pv. pisi u C. sepedonicus) nossienue yposasi H,O, Bo Bcex
y4acTKax KOpHS.

S. BozneiictBue B Teuenue 360 muH mrammamu R. leguminosarum bv. viciae,
HE3aBUCUMO OT MX A(PPEKTUBHOCTU MO a30T(PUKCAIMHU, BBI3BIBAET CHIKEHHUE YPOBHS
H,0, B BOCIpUUMYUBBIX ISl pU300MaIbHOM MH(EKUMU ydacTKaX KOpPHS IMPOPOCTKOB
ropoxa.

6. Ypoenb H;O, B KOpHSAX NIPOPOCTKOB TOpOXa 3aBUCUT OT KOHILEHTPalUU
sHAOreHHOro HAM®. DK30reHHbIN nepokcus; Bogopoaa unruoupyer pAll u TALL u3
TKaHel KopHe#l mpopocTkoB ropoxa. [IpenBaputenbhas nHOKysIus R. leguminosarum
bv. viciae/P. syringae pv. pisi/C. sepedonicus ycunuBaeT UHruOupyronmi 3¢ exT Ha

akTuBHOCTBH TAIL 1 pAIl.
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