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CIIMCOK COKPAIIIEHUH

ABK — abcumzoBas kucinora
AT'JI — auunromMocepyrH JIaKTOH
AU-2 — ayTOMHIYKTOPBI BTOPOTO TUNA
AOB — ankunokcubeH3o
AO®K — aktuBHBIE (HOPMBI KHCIIOPOa
AIIK — amuHoIMKIIONponankapOoOHOBast KUCJIOTa
BCA — Obrumii CHIBOPOTOUHBIN albOyMUH
b3 — 6akrepuanbHbiii 5MO0IT
B — Bakyonb
B2XX — BbicokoaddhekTuBHAS KUAKOCTHAS XpoMaTorpadus
I' — anmapar I'onpmxu
I'K — reHOMHBIE KONTUU
XK — sxacMoHOBast KUCJIOTa
NYK — unponun-3-ykcycHasi KUCJIOTa
KJI" — 2-keT0-3-1e30KCUTII0KOHAT
k/IHK — koMmnemenTapHas 1e30KCHPUOOHYKIEHMHOBAsI KUCIIOTa
KOE — kononueo6pa3zyrolias euHuIa
KII — kneTka napeHXuMsl
KC — pacturenbHas KJI€TOYHAsA CTEHKA
M — MUTOXOHIpUS
MK — MEXKIIETHUK
HKC — HopmanbHast KO3bs CBIBOPOTKA
OI' — ocmuoduIbHBIE TIO0YIIBI
IJI — mna3manemma
II1IP — monuMepa3Has LenHas peakuus
IIIIP PB — nonumMepasHas LienHas peakius B peajlbHOM BPEMEHU
PCY — peakuus cBeX4yBCTBUTEIBHOCTH
CK — canunuioBast KUCJIOTa

CK — cocyn KcuneMbl
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CCTT — cucremMa cekpenuu TPETHEro THIa
T — ToHOIUTACT
TDOY — tpudropykcycHas kucioTa
OAJI — dpeHunanaHuH-aMMHAK-JIHa3a
XK — xopu3moBas kuciora
XJI — xymoporutact
HIIK — nucronoo0HbIe MOKOSIINECS KIETKU
OIIP — sH0MIa3MaTUYECKUI PETUKYITYM
OIIC — 3k30moaucaxapuasbl
CUL3 — yOMKBUTHH-TUTa3HbIN KOMIUIEKC
DCF-DA — «xpacutens 2',7'- puxiopodryopeciux
Dichlorofluorescin diacetate)
FITC — ¢pnyopecuien u30THOLMAHAT
hrp — hypersensitive response and pathogenicity
IM — cpena Induction Medium
LB — cpena Luria—Bertani
MS — cpena Murashige—Skoog
Pba — Pectobacterium atrosepticum SCRI1043
Rpf — resuscitation-promoting factor

SDS — noaenwicynbdaTt HaTpUs

AuancTart

(2 ’97’-
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BBEJAEHHUE

PactutenbHO-MUKPOOHBIE MATOJIOTMYECKUE CUCTEMbl (OPMHUPYIOTCS B
pe3ysibTaTe CIOXKHOTO MpOoIEecca, MPUBOIAIETO K (PU3HMOJOTHYECKON MHTETrpaluu
JIBYX OpraHuU3MOB. OTOT TpolLEecc, B TNEPBYID OYepelb, ONpeaensercs
«COBMECTUMOCTbBIO» T€HOTUIIOB MATOT€HAa W XO31MHA, & UMEHHO HaJIU4YHeM WU
OTCYTCTBUEM T'€HOB BHUPYJEHTHOCTH/aBUPYJIEHTHOCTH y OakTepuid U TEHOB
YCTOMYMBOCTU Y PACTEHUH, a TaKKe MEXaHU3MOB [JIi TOHKOW PEryJsiluu HX
skcpeccun  (Agrios, 2005, psaxkoB wu gp., 2012). OpHako pa3BUTHE
MATOJIOTUYECKOW CHCTEMBbl — 3TO HE TOJBKO MPOTHUBOCTOSIHHE ABYX CTpaTerwii —
aTakd M 3allUThl, HO W TOHKAas B3auMHasg KOOpAUHAIUSA (PU3HOIOTUUYECKUX
MpoLIecCcoB, obecrneunBaronias JJIMTeIbHOE COCYIIECTBOBAHKUE JABYX OPraHHW3MOB B
paMKax OHTOT€HETHYECKOTO pa3BUTHS, a 3a4acTyl0 U Ha MPOTSKEHUU HECKOJIbKHUX
nokosniennit (Yukun, 2001; JpskoB u ap., 2012). 3amyck omnpeneeHHbIX
(U3HOIOTUYECKUX TPOLECCOB Y MaKpo-, U Yy MHUKPOOPTaHM3MOB NpPHU pPa3BUTUHU
MAaTOCUCTEMbI TPUBOJAUT K KOAIANTALIMH TAPTHEPOB.

AJanTUBHBI TOTEHLIMA MHUKPOOPTraHM3MOB BO MHOIOM CBSI3aH C
(U3HOTOTNYECKON TeTepOreHHOCThI0 OaKTEPUATbHBIX MOMYIISIIUI, YTO COMPSKEHO
¢ (dopMuUpOBaHHMEM HECKOJbKHX KieTouHbIX ¢eHotunoB (Balaban et al., 2004).
Paznble ¢eHOTHIBI MOTYT pa3iuyaThCsi MO PE3UCTEHTHOCTH K PA3JIUYHBIM
cTpeccopam, Mo BUPYJIEHTHOCTH, 10 KOMIIETEHTHOCTH K BHEIIHUM CHUTHajlaM U T.JI.
CoOBOKYNHOCTh BHEIIHUX (DAKTOPOB MPUBOJUT K JOMHUHHUPOBAHUIO OJHOTO WIIU
HECKOJBKUX CHEIHMAIN3UPOBaHHBIX (EHOTUINIOB, Haubosee aJanTUpPOBaHHBIX K
KOHKPETHBIM YyCIIOBUSIM, 4TO obOecneunBaeT 3(P(EeKTUBHOE BbDKMBAHUE BCEl
nonyisiiuu (Gefen, Balaban, 2009). [lns ¢utonaroreHHbIx 6akTepuii 00pa3zoBaHue
HECKOJbKUX (DEHOTUIIOB MOXKET CIIOCOOCTBOBATH OOJee YCHEIIHOM KOJOHHU3aLUU
pa3IUYHBIX  «KOMIIAPTMEHTOB»  CBOEr0  XO3sSIMHA. Opnako  siBJIeHHE
(U3HOTOTUYECKON TEeTEepOr€HHOCTH MUKPOOPTaHM3MOB B OpraHU3ME pacTEHUs-
X03sIMHA 0XapaKTEepPU30BaHO KpaiiHe ci1abo.

[Ipouecchl aganTalMu y pacTeHUW, B TOM UHKCJE CBS3aHHBIE C

(1)OpMI/IpOBaHI/ICM MMaTOCUCTCM, KOHTPOJJHUPYIOTCA CUCTCMaMHU FOpMOHaHBHOﬁ
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perymsiuu (Mensenes, [llaposa, 2011). AxtuBarus aubo penpeccus HEKOTOPHIX
CHUCTeM MOXXET OBITH HaIlpaBJIcHa Ha YrHETEHUE TMAaTOT€HOB BHYTPU PACTCHHS H,
TakuM 00pa3oM, CIocoOCTBOBAaTh YCTOMYMBOCTH Makpoopranusma (Bari, Jones,
2009). B To xe BpeMs, MHUKPOOPraHU3Mbl MOTYT HCIOJIb30BaTh CHCTEMBI
TOPMOHATBHONH PETyIslMd B KA4eCTBE MHIIEHU JUII MaHUIYJIUPOBAHUS
«TOBEJICHUEM» XO35IMHA, OMpeesss ero BocnpuuMuuBocTh (Robert-Seilaniantz et
al., 2007). DOto sBiIeHUe, YyOEOUTENBHO MPOJEMOHCTPUPOBAHHOE  Ha
MUKPOOpPTaHU3MaXx, MPOIYIHUPYIOMHUX (UTOTOPMOHBI JINOO WX aHAJIOTH, B IIUPOKOM
CMBICJIE OCTaeTCsi MAaJIOM3y4YeHHbIM. B 0COOEHHOCTM 3TO Kacaercs TpYIIIbI
OHTEpOOAKTEepPHUil,  BBHI3BIBAIOIIMX  «MSTKME THWIM»  pacTeHmid  (soft-rot
Enterobacteriaceae), B TOM uncie eKToO0aKTEpUi.

Bo30ymutenn  «MSATKUX ~ THWIEH»  BCerna  CYHMTAINCh  TUMAYHBIMU
HEKpOTpo(daMH, B3aMMOJIEUCTBYIOIMMHU CO CBOUM XO3SIMHOM 3a CYET «IpyoOoi
cunbl» («brute-force pathogens»), a HMEHHO MacCHUpPOBaHHOW MPOAYKIUU
AKCTPAKJIETOUYHBIX (PEPMEHTOB, pa3pyLIAIOUUX KIETOYHYIO CTEHKY pacTeHU
(Charkowski et al., 2012). BeposiTHO, BCIEICTBHE 3TOr0, HCCIECAOBaAHUS
(¢uTONMATOreHHBIX YHTEPOOAKTEPHUI COCPETOTOUEHBI Ha PACIIM(PPOBKE MEXaHU3MOB
perymsiuy NpOAYKIHUUA (aKTOpPOB BUPYJICHTHOCTH. B TO e BpeMs, HalIu4ue B
reHOMaxX JTUX OaKTepuil TEHOB, XapaKTEepHBIX [JIsI OHOTPO(HBIX MATOTEHOB,
IUPOKas ~ PacHpOCTPAHEHHOCTh  JIATEHTHBIX  WHQEKIHH,  BBI3BIBAEMBIX
NEKTOOAKTePUSIMU, U PSII APYTuX (PaKkTOB CBUACTEIHCTBYIOT O 3HAUUTEIBHO Ooiee
TOHKOM CTpaTeruu ux B3aumojaeicTBus ¢ pacteHusmu (Grimault et al, 1994;
Perombelon, 2002; Bell et al., 2004; Swanson et al., 2005; Charkowski et al.,
2012).

Heabro Hactosiielt paboThI ABISETCA XapaKTEPUCTHKA MOP(OIOTUYECKUX U
(GU3HONIOTHYECKUX TMapaMeTpOB KIETOK OakTepuil M pacTeHuid B THpolecce
dbopmupoBaHus pacTUTEITHLHO-MUKPOOHOM MaTOJOTUIECKOU CUCTEMBI,
BKIItOUaromie tabak (Nicotiana tabacum) u (HUTONATOTEHHYIO HHTEPOOAKTEPHUIO
Pectobacterium atrosepticum SCRI11043 (Pba).

B pamkax yka3aHHOH 11eJ11 ObUIM ITOCTABJICHBI CIEAYIOLINE 3a a4 H:
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1. Onpenenenne TMHAMHUKA YUCIEHHOCTH nonyisauuii P. atrosepticum SCRI1043 B
pacteHusix Tabaka (N. tabacum), THGUUUPOBAHHBIX ITUM ATOTEHOM.

2. Onucanue M3MEHEHUM B yIbTPAcTpyKType knetok P. atrosepticum SCRI1043 B
3aBUCUMOCTH OT YCJIOBUM KYJIbTHBUPOBAHUS U OINpPEIECICHHE CIIOCOOHOCTU 3TOTO
MUKpPOOpraHu3Ma K (eHOTHUIIMYECKON TUCCOIUaIUN.

3. AHanu3 U3MEHEHUI B YIbTPACTPYKTYpE KIETOK M TKaHed Tabaka Mpu pa3BUTUU
MH(EKIIMOHHOI O Tpoliecca, BbI3BaHHOTO P. atrosepticum SCRI1043.

4. OueHka BO3MOXHOCTH (POPMHUPOBAHUS pa3IUYHBIX (PeHOTUTNIOB P. atrosepticum
SCRI1043 B pactenusix Tabaka U BBISICHEHHUE MPUYPOUYCHHOCTH UX 00pa3oBaHUs K
OTpPEJICTICHHOMY 3TaIly B3aUMOJICUCTBHS M TUITY TKAHU OpPraHu3Ma XO3siMHa.

5. AHanu3 DSKCOpecCHMH MAapKEPHBIX T'€HOB, HHAYUUPYEMBIX >KACMOHOBOM U
CAJIMIIMIIOBOM KHUCJIOTaMHU, B PAaCTeHUSIX Tabaka MpH PazIUYHBIX THMAaX OTBETHBIX
peakiuit Ha uHpuUpoBanue P. atrosepticum SCRI1043.

Hayuynas HoBuU3HA.

BrniepBble omucaH mNpolecc IUCCONMAIMU MONYJISAUUUA (PUTOMATOTEHHBIX
OakTepuii B OpraHu3Me pPACTEHUSI-XO3iMHA; BbBISABICHbI (DEHOTUIBI OaKTepuid,
oOpa3oBaHHE KOTOPBIX MPOUCXOJUT TKAHECTIEUM(PUYHO HW/WIM Ha OIpEeAeICHHOU
ctaauu natoreHe3a. [lokazaHo, 4YTO MONYNAIMOHHBIA LUK P. atrosepticum
SCRI1043 B opranu3sMe pacTeHHs 3aBeplIaeTcsl MepexojoM OakTepuil B
nokosimuecs: (GopMbl, KOTOPbIE MOT'YT ObITh OTHECEHBI K <GKU3HECIOCOOHBIM, HO
HEKYJIbTUBUPYEMbBIM KIIETKaM.

BriepBbie B MHOUIIMPOBAHHBIX PACTEHUSX BBISBICHBI U OXapaKTEPU30BAHbBI
OakTepualibHbIe SMOOJIbI, MTPEACTABIIAIONINE COOON HOBBIN TUI «MHOTOKJIETOUHBIX)
CTPYKTYp, (OpMUPYEMBIX MHKPOOHBIMH KiIeTKaMu. bakTepuanbHbie 3MO0IbI,
oOpa3zyroluecss B COCy/Iax KCUJIEMbl U MPUBOMASIINE K UX 3aKYMOPKE, COCTOST U3
IJIOTHO PACTIOIOKEHHBIX, IPOCTPAHCTBEHHO OPHUEHTHUPOBAHHBIX KJIETOK OaKTEpHid,
UMEIOIIUX 00JIaCTU MEXKKJIETOYHBIX KOHTakToB. dDopmupoBaHue OakTepuaibHBIX
AMOOJIOB CBSI3aHO C KEJIMPOBAHMEM KCHIIEMHOIO COKa 3a cueT crenuduyueckon

MOIII/I(i)I/IKaI_II/II/I nmojaucaxapua0oB paCTUTCIbHBIX KIICTOYHBIX CTCHOK.
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BnepBeie omnucaHbl W3MEHEHUS B YIbTPACTPYKTYpPE KIETOK M TKaHEH
pacTeHuii Tabaka MpU pa3BUTUU 3a00JICBAHUS, BBI3BAHHOTO OakTepus MU poja
Pectobacterium:  HaOyxaHue  KIETOYHBIX OpraHelll M  KOMIApPTMEHTOB
(xmopormactel, OIIP), wuHBarmHammMsT U BE3UKYJISApHU3ALUS  IUIa3MajieMMBbl,
Moau(dUKALIUS CTPYKTYPhl KJIETOYHOM CTEHKH, OOpa3oBaHUE OCMHO(PUIBLHBIX
1J100yJ B BAKYOJISIX.

BriepBbie moka3aHo, 4YTO MPU TUIIUYHBIX U MPU OECCUMIITOMHBIX WH(PEKIHUX,
BbI3BaHHBIX P. atrosepticum SCRI1043, axkTUBUPYIOTCA pa3HbIC 3alIUTHBIE
CUCTEMBbl pacCTEHHUA-XO3MHA. [Ipu TUNWYHBIX HWHQPEKIUAX, COMPSHKEHHBIX C
pPa3BUTHEM CUMIITOMOB 3a00JICBaHUS, aKTUBUPYETCS KACMOHAT-3aBUCHUMBIN OTBET,
HO HE CaJMIMIAT-3aBUCUMBIN, B TO BpeMs Kak MpU O0ECCUMITOMHBIX WH(EKIUSIX,
HA0OOpOT, >KACMOHAT-3aBHUCHUMBI OTBET HE aKTUBUPYETCSA, a DKCIPECCUs
canuuuiIaT-uHAyIMpyeMoro mapkepHoro rena PR-1 Bo3pacraer.

Hay4yHo-npakTuyeckassi 3HAa4YUMOCTb. [losydyeHHbIE JaHHBIE BHOCST
CYIIECTBEHHBIN BKJIAJ] B TMOHUMAaHHE IPOIIECCOB B3aUMOJICUCTBUSA PACTCHUH C
dbuTONaTOreHHBIMU OaKTEPUSIMH U Pa3BUTHS HWHOEKIIMOHHBIX 3a00JICBaHUM.
Pe3ynbTaThl paboOThl MOTYT CIYKUTh OCHOBOM IJIi CO37aHWS HOBBIX CIIOCOOOB
KOHTPOJIsl 0aKTEPHUO30B PACTEHUIA.

[lokazano, uro P. atrosepticum SCRI1043 MOXKET mNEepCcUCTUPOBATH B
PaCTUTENBHBIX OCTAaTKax B BHUJE HEKYJIbTHBUPYEMBIX (opMm. OxapakTepHu30BaHBI
MPUHIUIBL  (OPMUPOBAHUSA OaKTEpUAIBHBIX 3MOOJIOB — CTPYKTYp, BIIEPBBIC
OMHMCAHHBIX B HACTOSIIEH paboTe, KOTOPhIE BBI3BIBAIOT 3aKYMOPKY COCYIUCTOU
CHUCTEMBbI pacTeHHi. BhIsBICHHBIE 0COOCHHOCTH JAHHOTO MUKPOOPTraHU3Ma MOTYT
OBITh HCIIOJIL30BAaHBI TPU SKOJOTMYECKOM MOHUTOPHHTE W (PUTOKApAaHTHUHHBIX
MEPOIPUITHUSX.

Pazpaboransl Metoasl aerekuuu P. atrosepticum SCRI1043 u nuarHocTUku
0aKTepruo30B pPACTEHUM, BBI3BIBAEMBIX JaHHBIM BO30yauTeneM. IIpenokeHsl
TECTOBBIC CHCTEMBl JJIsI OLIEHKH OJKCIPECCHU NaTOTCH-UHAYIMPYEMBIX TEHOB

pacTeHuii Tabaka.
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OKCIIEpUMEHTAJIbHBIE JTaHHBIE W METOJWYECKUE NPHUEMBI, HU3J0KECHHBIE B
pabore, MOTYT OBITh HCIIOJIB30BAaHbl B CEIBCKOXO3SHCTBEHHBIX, MEIMIIMHCKUX,
OMOJIOTUYECKUX U OMOTEXHOJOTUYECKUX  YUPEXKACHHUSIX, 3aHUMAIOLIUXCS
pa3paboTKoi crocoOOB BBIABICHUS U JICUEHHUS MIEPCUCTEHTHBIX HH(PEKIUH, a TaKKe
B Y4eOHOM TIpolecce TMpU UTEHUU KypCOB JIEKIMH MO MHUKPOOMOIOTUH,
¢busunonoruu pactenuit u puronaronoruu B BY3ax.

Csa3b paldoThl ¢ HAYYHBIMHM NPOrPaMMaMH M COOCTBEHHBIN BKJIAJ
aBTopa B uHccjenoBanusi. PaGora mnpoBogunace ¢ 2008 mo 2014 rr. B
COOTBETCTBUM C IUIaHOM HayuHbIX ucciaegoBannii KMbb KazHI[ PAH mno Teme
«Ponb cHUrHaNMBHBIX MOJEKYJN OakTepUil W PaACTUTEIBHBIX METa0OJHUTOB B
dbopmupoBaHUHU CHEUPUYHBIX U HEeCTIEIU(UIHBIX B3aUMOOTHOLIEHUHN OakTepuil u
pacTeHuil Tpu OakTepuoszax» (roc. perucrpanuoHHbii HoMmep 01200901964).
HccnenoBanuss aBTOpa, Kak MCIOJIHUTENS JaHHOW TEMaTUKH, MOJIAEpKaHBbI
rpantamu OLIT Ne 14.740.11.1190 «J/IlunamMuka MUKpPOOHBIX NOMYJSUUNA NpHU
pa3BuTHH OakTepuo3oB pacteHuity, POOU No 12-04-31059 «CtpykTypHO-
dbynkunoHanbHas AuddepeHurnpoBKa KIETOK OakTepwil mpu B3aUMOICHCTBUU C
PACTEHHEM-XO35IMHOM», a TaKXXe€ I'PAHTOM BEIYLIEH HAay4YHOH IIKOJbI aKaJeMHUKa
A.H. I'peuknna «KnerouHass curHaiauzamus U NEPENPOrpaMMHpPOBAHUE T'€HOMA U
nporeoma pacteHui» (HIL Ne 825.2012.4). Hayunbie mosioskeHUsI JUCCEPTALUU U
BBIBOJIbI 0Aa3UPYIOTCS HA pe3yibTaTax COOCTBEHHBIX HCCIIEIOBaHUN aBTOpa, JHOO
MIOJIYYEHHBIX IIPU €r0 HEMOCPEACTBEHHOM YYAaCTHU COBMECTHO C COTPYIHHKAMH
KHWBb Ka3HI] PAH Areesoit M.B., CanpuukoBeiM B.B., Mukmmunoi I1.B.

IHonoxeHusi, BLIHOCUMBbIC HA 3AILMUTY.

1. B pa3HbIx KOMIapTMeHTax pacteHus-xo3sauHa (N. tabacum), a Takxke B
pa3NMYHBIX  YCIOBUSAX in vitro mnonynsiuuu P.  atrosepticum  SCRI1043
JUCCOLIMUPYIOT ¢ 00pa30BaHUEM PA3HOPOIHBIX CYONMOMYJISALMMA, MpPeaCTaBICHHBIX
CHEeUATU3UPOBAHHBIMU KIIETOYHBIMU (DEHOTUIIAMH.

2. IIpy KOJNOHM3ALMM COCYIOB KCWJIEMBl pACTECHUM KIETKH P.
atrosepticum  00pa3yloT OakTepuaibHble HAMOOJIBI — «MHOTOKJIETOYHBIC

CTPYKTYPbI, KOTOPBLIC COCTOAT H3 INNIOTHO PACIOJOKCHHBIX, IIPOCTPAHCTBCHHO
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OPUEHTUPOBAHHBIX OAKTEPUAIBHBIX KJIETOK, UMEIOIIUX O0JACTH MEKKJIETOYHBIX
KOHTaKTOB, U XapaKTEPHU3YIOTCA 0COObIM CIOcOOOM (hOPMHUPOBAHUS, CBSI3AHHBIM C
MoAU(pUKALMEH MONTHCcCaXxapua0B PaCTUTEIbHBIX KIIETOUHBIX CTEHOK.

3. B xome wuH(}peKIMOHHOr0O mpolecca, BBI3BAHHOTO P. atrosepticum,
MIPOUCXOISAT U3MEHEHHS B YIBTPACTPYKTYpE KIETOK pacTeHuut (N. tabacum).

4. dopMupoBaHUE PACTUTEIBbHO-MUKPOOHOM cucteMbl N. tabacum — P.
atrosepticum MOXET MPOUCXOJUTh KaK C Pa3BUTHUEM CHMITOMOB 3a00J€BaHUA Y
X035iIMHA, TaK M OECCHMIITOMHO; pa3Hble THUIBl HH(PEKIHOHHOTO Mpolecca
pa3IUYaOTCs OCOOEHHOCTSIMHU JIOKQJIM3allMM TAaTOreHa B TKaHSAX pPAaCTeHUH U
XapaKTepOM OTBETHBIX pPeakluii MaKpoOpraHu3Ma, KOOPAUHUPYEMBIX KaCMOHOBOM
U CAIMIUIOBON KUCIOTAMH.

Anpobauus padorbl. Pe3ynbrarhl quccepTallMOHHON pabOThI 10JI0KEHBI Ha
12-o0ii u 13-oif MexayHapoaHbix [IyHIMHCKMX MIKOJaX-KOH(PEPEHIUSIX MOJOJbIX
yueHblX «buomoruss — nHayka XXI Beka» (Ilymmuo, 2008, 2009); 2-om
BCEPOCCUICKOM, C MEXIYHapOJHBIM YYacTHEM, KOHIpecce CTYIEHTOB U
acriupaHToB — OuosioroB «Cum6mo3 Poccus 2009» (Ilepmb, 2009); 13-om
€XKEeroHOM CHMIIO3MyME CTYIEHTOB U acnupaHToB OuosioroB «SymBioSE 2009,
Biology: Expansion of Borders» (Kazans, 2009); V Bcepoccuiickoit koHbepeHIIH
MOJIOABIX y4eHbIX «CTpaTerusi B3auMOJIeUCTBUSI MUKPOOPTaHU3MOB M PacTeHUH ¢
okpyxatomiei cpenoit» (Caparos, 2010); I Bcepoccuiickoii mikose-koHpepeHIIUN
MOJIOABIX y4eHbIX «CoBpeMeHHbIe MPOoOJIeMbl MUKPOOMOJIOTUH, UMMYHOJIOTHU U
ouorexnonorun» (Ilepmpb, 2011); 1T MexxayHaponnom cummnosuyme «KierouHas
curHanuzanus pacrenui» (Kazanb, 2011); 4-om MexayHapoJIHOM KOHTIpecce
FEMS (Kenesa, 2011); I Bcepoccuiickoii koHdepeniun «DyHmameHTaabHast
riukoOuonorus» (Kazaus, 2012); Mexnynaponnom konrpecce FESPB (®paiidypr,
2012); 5-oM XopBaTCKOM KOHTrpecce ¢ MexAyHapoaHbiM ydactueM (IIpumorres,
2012); I MexnaynaponHoMm cuMno3uyme «MOJIEKYJSIpHBIE acIeKThl PeIOKC-
MeTaboau3Ma pacTeHui» (Kazans, 2013), I MexayHapoiHOM
MynbruaucuuriuHapHoM koHrpecce mo mukpockonuu INTERM 2013 (Anrtanus,

2013), XVI Mexnynapoanom konrpecce «Molecular Plant-Microbe Interactions»
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(Pomoc, 2014), a Takke Ha HUTOTOBbIX KOH(pepeHuusx KazaHckoro HHCTHTYTa

ouoxumun u 6nodusuku KazHI] PAH (2011, 2012, 2013 rr.).
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I'naBa 1.0B30P JIUTEPATYPbI
1.1. O01ee npeacTaB/jieHne 0 PACTUTEIbHO-MUKPOOHBIX NATOCUCTEMAX

Pacrenus, mpouspacraloiine B €CTECTBEHHBIX IKOCHUCTEMAaxX, BCTYNAIOT B
TECHbIE B3aMMOOTHOIICHUS C MHUKpPOOpPraHU3MaAMH. [IpencraButenu
¢dbuToaccOIMUPOBAHHON MUKPOGMIOpPHl BIUAIOT Ha NPOTEKAHHE OOJBIIMHCTBA
(U3HONIOTMYECKUX TMPOLECCOB MaKpOOpraHu3Ma. IJTO BO MHOIOM ONpeeNseT
OCOOEHHOCTH pa3BUTUSl pacTeHUHM Kak Ha OpraHM3MEHHOM, TaK U Ha
NOMYJSIUMOHHOM YpOBHSX. CUMTAETCs, YTO CTEPUJIbHBIE PACTEHUS HE CMOIJIA OBl
CYLIECTBOBATh B ecTecTBeHHBIX ycioBusax (Partida-Martinez, Heil, 2011). [ToaTomy
pacTeHusi, HACEJICHHbIE MHKPOOpPraHu3MaMu, JOJDKHBI pPaccMaTpuBaThCS —Kak
MpaBWiIo, a He HCKIoUeHue. be3ycnoBHO, HauOolblliee BUIOBOE pa3HOOOpazue
¢duTOaCCOLMUPOBAHHBIX OaKTepUil XapakTepHO Mg puzochepbl W PHU3OIUIAHbI,
OJIHAKO IS MHOTUX MUKPOOPTaHU3MOB OCHOBHOM SKOJOTUYECKON HUILIECH SIBISETCS
BHYTPEHHSISI CpeJlla OpraHu3Ma X03s1Ha.

[Ipu konoHM3aMK OaKTepUsIMU OpraHu3Ma Xo3siuHa (HOpMUPYIOTCS
pPacCTUTENIbHO-MUKPOOHBIE CHCTEMbI, KOTOPBIE YCJIOBHO MPUHATO pa3JeisTh Ha
MaTOJIOTUYECKHEe M cUMOHOTHYeCKHe. B JeiCTBUTENBHOCTH, TPAaHULIBI MEXAY
MaTOJIOTUYECKUMHU M CUMOMOTUYECKUMH CHUCTEMAaMH JIOCTATOYHO Pa3MbIThI. DTO, B
YacHOCTH, CBSI3aHO C TE€M, 4YTO [JaXe caMmble 3JIOCTHble TATOTE€Hbl MpHU
OTIPEJICTICHHBIX YCJIOBHUSIX HE MPUBOAAT K CEPhE3HBIM NATOJOTMUYECKHUM IMpoIleccam
u/uam TUOeNu pacTeHWil, a HaoOOpOT, MPUHOCAT BBIFOAY CBOEMY XO3SHHY.
Hanpumep, BupycHble HH(EKIIMM y pacTeHUil MOTYT OBITh COMPSIKCHBI C
MHIYKIUEN CUHTE3a JIETYYUX COCIMHEHUMN, OTIYTUBAIOIINX HACEKOMBIX puTodaros
(Ozawa et al., 2000; Wu, Baldwin, 2010). Muorue ¢uronaToreHHble OaKTepuu
UHAYUUPYIOT  CUCTEMHYIO  yYCTOMYMBOCTH Yy  XO35MHA,  3allMIIAOLIYIO
MaKpOOpraHu3M OT MOCIEeAYIOMUX UH(PEKIUN, BBI3bIBAEMBIX 00JIe€ BPETOHOCHBIMU
napazutamu. BcnencTtBue 3Toro ObUl MPEIOAKEH TEPMHUH «YCJIOBHO BBITOJIHBIE
naroreHwl» «conditionally beneficial pathogensy (Partida-Martinez, Heil, 2011).

Jlake Te maTOreHbl, KOTOPBIC BHI3BIBAIOT THITMYHbBIC HHMEKIIUU U MPUBOIAT K

rudenun paCTCHHUA, MOT'YT OKa3aTbCAd IIOJIC3HBIMU [JIA IIOIMYJIALIMN paCTeHI/Iﬁ B
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IIeJIOM, BBICTYyIAass B KadecTBe (pakTopa ecTecTBeHHOro otOopa. Kpome Toro,
JETAIbHBIE TATOTE€HbI MOTYT PETYJIHPOBATh YHCICHHOCTh TOIYJISAIUU XO3SHMHA,
MPEIATCTBYS 3HAYMTEIBHOMY JTOMHUHUPOBAHHUIO OJTHOTO WJIM HECKOJIBKHUX BHJIOB,
obOecrieunBasi, TakuM 00pa3om, 6uopasznoodpasue sxkocuctem (Yukun, 2001).

B TO ’xe BpeMs, TUIIUYHBIE CHUMOHOHTBHI MOTYT HAHOCHTH BpPEI CBOUM
xo3sieBaM. Hampumep, kiayOeHBKOBBIC OakTepuu, (HUKCUPYIOIIHE a30T, MOTYT
MIPUBJICKATh JIMYUHOK JIOJITOHOCHKOB, MTOPAKAIOIINX KOPHEBYIO CUCTEMY PACTCHHIA,
YTO HETAaTUBHO CKa3bIBACTCSl HA POCTE M pa3BUTHU pacTeHuit (Johnson ef al., 2005).
Puzobun Takxke BIMSIIOT Ha CTPYKTYpYy M cOcTaB cooOiiectBa (urodaroB u
XHIIHBIX HACEKOMBIX, YTO MOYET CKa3bIBaThCsl (KaK MO3UTHUBHO, TAK M HETATUBHO)
Ha pacrenusx (Katayama et al, 2011). Ectb u «mpoMexyTodHass Tpymma
MHKpPOOPTaHU3MOB, KOTOPBIX MOXKHO OTHECTH KakK K IlaToreHaM, TaK H K
cumMOuoHTaM pactenuil. Jluazotpodusie Oakrtepun poaos Herbaspirillum u
Azoarcus 00eCTieYuBarOT X035WHA a30THBIM ITUTAHUEM, HO B TO K€ BPEMS SBIISIOTCS
MPUYMHON MECTPO-TIOJIOCHOU OoJie3Hu (mottled-stripe disease) 3maxoBbix (Hurek et
al., 1994; James et al., 1997).

DaKTUYECKH, THUIT PACTUTEITHBHO-MUKPOOHON CHUCTEMBI (ITATOJIOTHYCCKAs HIIN
CUMOUOTHYECKAs])  ONpeJesieTcs  IIUPOKUM  HAa0OpoM  OHMOTHYECKHX U
abnotnyeckux ¢akropoB. HezaBucMMO OT TOro, SIBISETCS U MHKPOOPTAHHU3M
MaTOTCHOM, WJIM TUIUYHBIM CHMOWOHTOM, €ro CYIIECTBOBaHHE B PaCTCHUHU
COMPSDKEHO C TOTPEOJICHHEM PECYpCOB XO3SIMHA. DTO SBISCTCS TOM «ILJIATOMY,
KOTOPYIO PacTEHHUE BHOCHUT 3a (DOPMHUPOBAHHE PACTUTEIHLHO-MHKPOOHON CHCTEMBI.
B pesynbrare 3TOro pacTeHHME MOXET IMOJydaTh (JIMOO HE TOJydYaTh) «IIPAMYIO
BBITOZlY», CBSI3aHHYI0, HAIpHMeEp, C YCHWJICHHEM a30THOTO TIUTaHUS, W/ WA
(QKOJIOTUYECKYIO BBITOJY», KOTOpas, HalpuMep, BbIpaKaeTCs B IOBBIIICHUN
YCTOWYUBOCTH K (uTodaram. AJIBTEPHATUBONW HKOJOTHYECKON BBITOJE MOTYT
BBICTYIIaTh «IKOJIOTUYCCKUE 3aTpaThl», CBS3aHHBIC C BO3MOYKHBIM TIOBBIIICHUEM
BOCIIPHMMYHMBOCTH pPACTCHUH K OHOTHYECKUM U aOWOTHYECKUM CTpEeccopam
BCJICACTBUE KOJOHHM3AIMM MHKpOOpraHu3MaMu. [lo3ToMy, THIT B3aUMOICHCTBUS

ONPENEISICTCS PA3HOCTBIO MEXIY CYMMOHW MNPSIMOW MU SKOJIOTUYECKOW BBITOJ U
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CYMMOM MPSMOM U IKOJOTUUECKOM 3aTpat («direct benefits + ecological benefits —
direct costs — ecological costs = Outcomey) (Partida-Martinez, Heil, 2011).

HarnsaHeiM mpuMepoM 3TOro CIy>KUT 0000BO-pr300UanbHBIN cumMOmno3. B
paMKax »JTOM KJIACCHMYECKOW CHUMOMOTHYECKON CHUCTEMBl MHKPOOPTraHU3MBI,
noTpeOIsst MPOAYKTHI (OTOCUHTE3a, GUKCUPYIOT aTMOC(HEPHBIN a30T, 0OecrieunBast
X035IMHA JOMOJHUTENbHBIM NUTaHUeM. OJHAKO B Cilyyae, Korja coepX aHue a3ora
B TOYBE JOCTAaTOYHO MJii pOCTa W Pa3BUTHUsS PACTEHUM, OTTOK ACCUMHIIATOB K
KIyOCHbKY IMpeKpaniaercs, 11060 GopMHUpPOBaHUS CUMOMOTUYECKONH CUCTEMBI BOBCE
He npoucxonurt (Partida-Martinez, Heil, 2011).

HecMoTpst Ha OTCYTCTBHE CTPOTHX KPUTEPHUEB, OJHO3HAYHO Pa3eisIOInX
CUMOMOTUYECKHUE U MATOJOTUYECKHUE CUCTEMBI, BCE K€ ATHU JIBa MOHSITHUS OOBIYHO
muddepenuupyor. B TepMuHax HWHOEKUMOHHOW MAaTOJOTHHU, MATOJIOrHYecKas
cucTteMa — 3TO (PYHKIIMOHAJIbHAs COBOKYNMHOCTb PEAKIHMH OTIEIbHBIX KIETOK,
TKaHEHW, OpraHoB, CUCTEM WM OpraHu3Ma B LI€JIOM, BO3HUKAIOIIAs B pe3yJbTare
BO3JICHCTBHUSI HAa OpraHuW3M MAaTOTeHHOro  (akTopa, XapaKTepu3yrouascs
JUTUTENTLHON caMonoJJIepKUBatoIeiics aKTUBHOCTBIO u aenpeccueit
CaHOT€HETUYECKUX MEXaHM3MOB, HMeEIOllas B CBOEH OCHOBE HapylleHUe
MH(OPMAIIMOHHOIO Tpollecca U Beayas (B cilydae JIUTEIbHOrO CYIIECTBOBAHUS
U TPOrpeccCUpOBaHMs) K YIUIYOJIGHHIO HapylIEeHUs paBHOBECHS OOJbHOTO
opranuzma c okpyxariieit cpemoit (dOponor u ap., 1999). Onnako 310 0OIIEE
OTIpEJICICHHE HE YUUTHIBAET HEKOTOPBIX ACIEKTOB, XapaKTEPHBIX ISl MATOCUCTEM,
cocrosilux Oojiee YeM M3 OJHOrO0 OpraHu3Ma, B TOM YHUCJIE€ U PACTUTEIbHO-
MUKpPOOHBIX. BO-nepBbIX, B pacTUTEIbHO-MUKPOOHBIX MAaTOCUCTEMAX B KauyeCTBE
NMaTOT€HHOTO (pakTOopa BBICTYNAIOT TOJBKO OuoTHYeckue (akToprl. Bo-BTOpBHIX,
BO3MOXHOCTh (DOPMHUPOBAHUSI PACTUTEIbHO-MUKPOOHONW NATOCUCTEMBI SIBISETCS
pE3yJIbTaTOM JITUTENIbHOM KOJBOJIOLMM €€ 3JIEMEHTOB (MaToreHa W XO35MHA),
NpeBeAlIe K X TeHEeTHYEeCKOW COBMECTUMOCTU. B-TpeTbux, BaKHYIO poJib NpHU
B3aMMOJICUCTBUM MHUKPOOOB W pacTeHUd HrpaeT ux (pusnonoruyeckas
COBMECTUMOCTb, KOTOpasi He0OX01UMa JIJIsl MHTErpalliy 3J€MEHTOB NaTOCUCTEMBI U

BO3MOKHA TOJIBKO TIIpU HAJIW4YUKU Yy MAPTHCPOB MCEXAHU3MOB IJIA TOHKOM
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MOJCTPOMKM MeTabOJUYEeCKUX MPOIECCOB JApyr Apyra. B pesyapraTe 3TOrO
KOMITOHEHThI MAaTOCUCTEMBI B CHILy CaMOTO CBOETO OOBEAMHEHHUs MPUOOpEeTaroT
HOBbIE cBoMcTBa. [[03TOMY, pacTeHHUE B COCTABE MATOCUCTEMBI 3TO YXKE «IAPYroe»
pacTeHue, a MUKPOOPTaHU3MBbI — «IPYTHUE» MUKPOOPTaHU3MBI.

C Touku 3peHus (HUTOMATOJIOTHH, PACTHTEIIbHO-MUKPOOHBIE MATOCHUCTEMbI
MOHUMAIOTCA KaK WHTETPUPOBAHHBIC CHUCTEMbI, B PaMKaX KOTOPBIX IPOUCXOJUT
pa3BUTHE JIBYX OPraHU3MOB — PAacTEHUS M MAaTOreHa — KakK €JuHOro 1enoro. OHu
MPEACTaBIAIOT COO0OM yCTOMYMBBIE KOMIUIEKCHI, (opmupyomuecs B XoJe
KOSBOJIIOLMY U KOAANTALMU PACTEHUA-X035/MHA U NTApa3HuTa, U SBISIOTCS BaXKHBIMU
KOMIIOHEHTaMHU JKOCHUCTEM, ompenenstonumu ux Oananc (IsskoB u ap., 2001;
Yukwun, 2001).

BoABIIMHCTBO pacTUTETLHO-MUKPOOHBIX MAaTOCHUCTEM, CYIIECTBYIOIIMX B
NPUPOAHBIX OMOLIEHO3aX, JOCTATOYHO CTa0MIbHBI. C 3BOJIIOLIMOHHON TOYKU 3pEHUS
IUIUTENIBHOE  CYHIECTBOBAHUE  «CBEPXArPECCUBHBIX» MOMYJALMNA  Mapa3uToB
MaJIOBEPOSITHO, MOCKOJIBKY ObICTpas TMOENb XO3sIMHa JIMIIAET UX SKOJOTHYECKOU
Huy. Ciae10BaTenbHo, Y Mapa3uToOB FeHbl «CBEPXarpecCUBHOCTUY JIMOO UCUE3AlO0T,
100 BhIpa0ATHIBAIOTCA MEXaHU3MBbI JIJIsl CTPOTOM PEryJilMU UX dKcrpeccuu. B To
e BpeMs, B COOTBETCTBUM C 3aKOHAaMH €CTECTBEHHOr0 OTOOpa, Ype3MepHO
YyBCTBUTEJIbHBIE K TMapa3uTaM Xo03s€Ba THOHYT, HE ycmeBas AaTh MOTOMCTBA.
CrnenoBarenbHO, W3  MOMYJSIMM  XO358€B  HMCYE3al0T TE€HBbl  JIETAJbHOU
YyBCTBUTEJIBHOCTH K Mapa3uTy. B pe3ynbTaTe 3TOT0, €CTECTBEHHBIE MATOCUCTEMBI
CTaOMIM3HUPYIOTCA Ha yMepeHHoM ypoBHe (YukuH, 2001).

dopmMUpOBaHUE PacTUTENIbHO-MUKPOOHBIX MaTOCHUCTEM 3a4acTyo
COMPSDKEHO C pPa3BUTHEM HMHQPEKIIMOHHOIO TMpollecca — KOMIUIEKCA pEeakKluid,
BO3HHUKAIOUIMX B MAKPOOPTraHU3ME B PE3YJIbTATE BHEAPEHUS U PAa3MHOKEHUS B HEM
MAaTOT€HHBIX MHUKPOOPTaHW3MOB M HAINpaBJIEHHBIX Ha OOecleueHrue roMeocTaza U
paBHOBecusi ¢ okpyxarwmieir cpenoit (boponymun, Tomonsuckuii, 2007). B
3aBUCUMOCTH OT BO30YyIUTENs, a TakKe IIMPOKOro Habopa BHEHIHUX (DAKTOPOB

MOT'YT Pa3BUBATHCA PA3HBIC BAPHUAHTHI I/IH(l)eKHI/IOHHOFO mponecca.
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C TOYKM 3pEeHHS SMUIECMHUOJIOTHH, HHPEKIINN Pa3Ie/sIFOT HA MaHU(PECTHBIC U
o0eccumnToMHble. ManubecTHbIC HHPEKITMH MOTYT IPOTEKATh THITMYHO, aTUITUYHO,
WIM XpOHWYECKW. Pa3BuTHEe TUNWUYHONW WHQPEKIMHA CBA3aHO C WHIYKIHUCH
XapaKTePHBIX MATOJIOTHUYECKUX MPOIIECCOB, BhI3LIBAEMBIX KOHKPETHBIM ITapa3uTOM.
[Ipy atunu4HOW WH(EKIUKW BO3OYIUTEIh MOXET Pa3MHOXKAThCS B OPraHU3ME
X035iMHA, HO TMPU 3TOM HE BBI3BIBACT THUIMYHBIX CHMIITOMOB 3a00JICBaHUS.
XpoHnueckass WH(EKIHs, OOBIYHO MEHEE BBIpAXKCHHAs, YEeM THUIUYHAS, Kak
npaBmiIO, OBIBAET CBs3aHA C TEPCHCTCHIMEH OaKkTepuii B OpraHM3Me XO3sHHA.
CocTosiHMe MepCUCTeHIUH 00YCIOBIEHO UHIU(DPEPEHTHOCTHI0O MUKPOOPTaHU3MOB
K BHEITHUM (aKTopaMm, B Pe3yJIbTaTe YEero YBEIUUUBACTCS MX PE3UCTEHTHOCTH, B
TOM YHUCJIC K 3alIUTHBIM OTBETaM XO3sMHA. XPOHUYECCKHUE WH(PEKIIMH 3a9acTyIO
COTIPSDKEHBI C PEIUINBAMHM, TPUBOISIIUMHA K HHTEHCUBHOMY Pa3BUTHIO THITUYHBIX
naronoruyeckux npoieccon (Ilozaees, 2002).

Cpean OeCCUMMNTOMHBIX HH(EKIMA pa3ndaroT a0OpTHUBHYIO, JIATEHTHYIO,
JPEMITIOITYI0 HHPEKIIMA ¥ MUKPOOOHOCUTEIBCTBO. B mo1aBIIsIoNeM OOJBIITUHCTBE
CJIy4acB TATOTCHHBIE MHUKPOOPTaHU3MBI, IOMaaas B OPraHU3M IOTEHIIUATHLHOTO
X03sIMHA, PACIO3HAIOTCS €T0 3aIUTHBIMU CHCTEMaMH U AIMMHUHHUpPYIOTCS. Takue
MPOIIECCHl MOTYT BO3HHKATh TPH TEHETHYECKOW HECOBMECTHMOCTH IAaTOreHA H
xo3simHa. Ilpu 3TOM pa3BHBacTCs aOOpTUBHAs MHQEKIHs, B Pe3yJbTare KOTOPOU
pa3BHUTHE MaTOreHa OBICTPO MOIABIISICTCS.

[Ipy nmaTeHTHBIX HMHQPEKIHMSIX TIAaTOTCH HE TOJIBKO OCCCUMITOMHO
pa3MHOXAaeTCS BHYTPH XO35MHA, HO M TIEPCHOCHTCS Ha 30POBBI OpraHU3M,
BBI3bIBasl HOBBIM MH(EKIIMOHHBIN UK. [10100HBIC COCTOSIHUS TaKKe U3BECTHBI KaK
WHaImapaHTHele WHpeKnuu. JlpeMironue WHPEKIHH OOBIYHO BO3HUKAIOT Kak
CJICICTBHC THITMYHBIX HWHQEKIMH, 3aBEpIIAIONIAM OSTAllOM KOTOPBIX SBJISCTCS
YCTaHOBJICHHE «O0ajaHca» MEXIy IaTOICHHBIMH OpraHW3MaMu | 3alllMTHBIMHU
cucrteMamu opranu3ma xo3siuHa (ITo3gees, 2002).

[Tocne mepeHeceHHOro 3aboJjieBaHUS B OpPraHU3ME XO3siMHA BO30YIUTEIb
MOXKET COXPaHATHCS, HO OoJiee HE MPOSBIATH BUPYJICHTHOCTh 0 CMEHBI XO3sHHA.

Takoe cocTosiHUE NpeaACTaBIIAACT coOoM MI/IKp06OHOCI/ITeHBCTBO, KOTOPOC MOIKET
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OBITH OCTPBIM (710 3 MecAIIeB), 3aTSIKHBIM (710 6 MecAIeB) U XpoHHUUYecKuM (bosee 6
MECSIICB).

3abosieBaHusl pacTeHUM, BbI3bIBaeMble OakTepusiMu (OakTepuosbl), B
3aBUCUMOCTH OT JIOKaJW3allMM T[aTOreHa M XapakTepa MaToreHe3a MPUHSTO
pa3feniaTh Ha 4YeThpE OCHOBHBIE TPYIIBI: TAapEeHXHUMATO3HbIE, COCYIUCTHIC,
COCYAMCTO-TIApEeHXUMATO3HbIE (TeHepaTu30BaHHbIE) U rurnepiuiactuueckue. Hexkpos
NAapeHXUMHBIX TKaHEW — XapaKTepHBIH CHUMIOTOM MHOTHX «0aKTepHaIbHbBIX
OYKOTOB» M «MOKPBIX THWIICH». [lopaxeHne coCyaucToil CHCTEMBI MOXKET SIBISTHCS
NPUYMHON yBSiaHUN U HapylleHus TpaHcnopra accumuuiatoB (Tapp, 1974). Tlpu
TeHEPAIM30BaHHBIX OOJIE3HAX MOPaKAIOTCS KakK MapeHXWMHBIC, TaK U COCYIUCTHIC
tkauu (psxoB u np., 2001). I'mnepmnactuyeckue 3a00JieBaHMS COMPSIKEHBI C
HapyIIeHUsAMH MOp(doreHe3a pacTeHH, BCIECACTBHE YETO BO3HHUKAIOT Pa3lInYHBIC
HOBOOOpa30BaHUS: TaJllbl, OIYXOJH, BEJbMUHBI METJIbI, OOpOJaThie KOPHU U T.1.
(Cornelis et al., 2001; Escobar, Dandekar, 2003).

Oco0eHHOCTH JIOKaTN3aIliy TaTOreHa B TKAHSAX PACTCHH MOTYT 3aBHCETh OT
CTpaTeTUH €Tr0 B3aUMOJICHCTBHUS C XO3SIMHOM W/WIIM CIY>)KHTh MapKepoM TOH WU
uHoil cranuu uHpexuuu. Tak, Ralstonia solanacerum, Kotopas sBIseTCA
¢duTOMAaTOreHOM MIMPOKOTO Kpyra pacteHuit (6onee 200 BUIOB pa3HBIX CEMEWCTB),
KOJIOHM3UPYET pa3Hble OpraHbl W TKAHM MAaKpOOpPraHW3Ma B 3aBHCHMOCTH OT
BUJIOBOM MPUHAJIEKHOCTH X035iMHA. Kpome Toro, jokanuszanusi 3Toro naroreHa B
TKaHSIX MOXET U3MEHAThCA B mpouecce mHpekuuu. B Ttomatax R. solanacerum
mociie TPOHUKHOBEHUS B OPraHu3M XO35MHA 4Yepe3 KOPHEBYIO CHUCTEMY
pa3MHOXKaeTcsl B anoIjlacTe MMapeHXWMHBIX KIETOK TepBUYHONW Kopbl. I[lpu
JTOCTH)KCHUU OTPEJCIICHHOW TIUIOTHOCTH TONYJSIMU TIAaTOTeH MpHOoOpeTaeT
CIIOCOOHOCTh THAPOJIM30BaTh CYOEpUHOBBIE OTJIOKEHHS B KJIETKaX 3HJI0AECPMBbI
(mosicku Kacmapu) u mpoHUKaTh B KJIETKU LEHTpasibHOro nuinuuapa (Vasse et al.,
1995; Vailleau et al., 2006; Alvarez et al., 2008).

dopmupoBaHUE PACTUTEIbHO-MUKPOOHOH MAaTOCUCTEMBI TPOUCXOAUT TOJIBKO
B CJy4yae TeHeTHYeCKOoi U (PU3MO0JIOrMuecKoi COBMECTUMOCTHY MApTHEPOB (Mapa3uTa

n xo3zsuHa) (eseposn, 1980). I'eHernueckass COBMECTUMOCThH OIpeeNseTcs
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HaJMYUEM/OTCYTCTBHEM OOJIBIIOIO0 HaboOpa OMpEeNeSICHHBIX T€HOB y OakTepuil u
pacTeHHWii. OTUMU TE€HAMH, BO-TIEPBBIX, SBISIOTCA OaKTepUaIbHBIE T'EHBI,
KoJaupytonme  (GakTopbl  BUPYJICHTHOCTH,  KOTOpPbIE  HEOOXOIMMBI IS
B3aUMOJIEHCTBUSL ¢ XO03aMHOM. K HHUM oOTHOCSATCS (EepMEHTHI, pa3pyllaroiiue
MOJIUMEPBI PACTUTENIHLHBIX KIETOUHBIX CTEHOK, (DUTOTOKCHHBI, 3P (hEeKTOpHbIE OCTKH
CEKpETOPHON CHUCTEMBbI TPEThEr0 THIA, OOBIYHO BBIMOJHSIIONINE CUTHAILHYIO
(GYHKIMIO, SKCTPAKJIETOYHBIC MOJHUCAXapUIIbl U PNl IPyrux. Bo-BTOPBIX, K 3TUM
reHaM TMPUHAIJIEKAT PACTUTEIbHBIE TEeHbl, KOIUPYIOUIHME 3allUTHBIE OCIKU
(nedeH3uHbl, THUOHWHBI, (EPMEHTHl OMOCUHTE3a (PUTOAICKCHUHOB M «3aIUTHBIX
MOJIMMEPOBY», TaKMX KaK Kauio3a M JIUTHUH). B-TpeTbuX, Ha COBMECTUMOCTH
MaToreHa M X03s1Ha BIUSIOT I'€HbI, KOAUPYIOIINE KOMIIOHEHTH U OaKTepUaIbHBIX,
U PACTUTENIBHBIX CUTHAJbHBIX KAacCKaJOB, YYacCTBYIOIIMX B paclo3HaBaHUU
napTHepa ¥ KOOPJMHHUPYIOIIUX OTBETHBIE peakiuu. B-deTBEepThIX, OAHUMHU U3
BOKHEUIINX KOMIIOHEHTOB PACTUTEIIBHO-MUKPOOHOTO B3aUMOJICHCTBHS CIEAYET
Ha3BaTh TE€HbI ABHPYJICHTHOCTH y OaKTepuil ¥ COOTBETCTBYIOIIME UM TEHBI
ycTtounBocTH y pacteHuir. CormacHo Teopun @Dropa «reH Ha TeH», K
HECOBMECTUMOCTH TMapTHEPOB MPUBOJUT HAIMYME T'€Ha aBUPYJIEHTHOCTU (AVr) y
MUKPOOPTaHU3Ma U T'€Ha YCTOMYMBOCTH, KOJUPYIOIIETO PEIENTOp MPOAYKTa reHa
aBUPYJICHTHOCTH, y pacTeHus. B ciywae, xorma wmu Avr-, win R-KoMIIOHEHT
OTCYTCTBYIOT, JU0O HaApyIIeHO HMX (PYHKIIMOHHPOBAHHUE BCJICICTBUE, HAIPUMED,
OJIOKMPOBKH CAaMTOB pacliO3HaBaHUsI, MATOT€H CIOCOOEH pPa3BUBATHCS B TKAHSX
X035iMHa. B TmpoTHBHOM cllydae, NPOUCXOJMUT aKTHBAILMS 3allUTHBIX CHUCTEM
X035IMHA U dNIUMUHaIus nmaroreHa (pskoB u ap., 2012).

[TockonbKky  OOJBIIMHCTBO TMPOIIECCOB, OMPEACIAIONIUX OCOOCHHOCTH
B3aUMOJICHCTBUSl OaKTepUil M pacTEHUM, PEryIupyeTcss MHOKECTBOM (HhaKTOpOB,
CYILIECTBEHHOE 3HA4YCHHE, ITOMHMO FeHESTHYECKOM (MOTEHIMATBLHOM)
COBMECTUMOCTH, UMEET (PU3MOJIOTUYECKass COBMECTUMOCTh MATOT€HA W XO35MHA.
OHa omnpenenser «rOTOBHOCTHY» 000MX MapTHEPOB K B3aMMOJCHCTBUIO, TO €CTh K
peanu3ald  WUMEIOIIErocsi  T'€HETUYECKOro  TMOTEHIMAaNa,  MO3BOJISIOIIETO

chopMHpOBaTh JIBYXKOMIIOHEHTHYIO HMHTETPUPOBaHHYIO cucreMy. Hampumep,
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WHOKYJISIUS PACTCHUI aBHPYJIEHTHBIM IITAMMOM OaKTepUH MOXET MPUBOIUTH K
MOJIaBJICHHIO Tpoliecca GOPMUPOBAHUS MMATOCUCTEMBI C COBMECTUMBIM MAaTOTECHOM.
DTO BO MHOTOM CBSI3aHO C MHAYKIHEH CHCTEMHOW yCTOMYMBOCTH y OpraHu3Ma
xo3auHa. UM, HAo0OpOoT, pacTeHHWs, MNPEABAPUTEIBHO  WHQPUIMPOBAHHBIC
BUPYJICHTHBIM  TATOTEHOM,  CTAHOBATCA  Oojiee  BOCHPUUMYUBBIMH K
CJIa0OBHPYJICHTHBIM TATOT€HAM HJIM HEMATOTEHHBIM OpraHu3Mam. Takoe siBIeHHE
MOJyYWJIO Ha3BaHWE WHIYIMPOBAHHOW WM MPHOOPETEHHOW BOCTIPUUMYHBOCTU
(Benukanos u ap., 1985).

Takum  o0Opa3oMm, pacTUTEIBHO-MHKPOOHBIE IMATOCHCTEMBI  SIBIISIOTCS
HEOTHEMJIEMBIMU KOMIIOHEHTAMH €CTECTBEHHBIX YKOCUCTEM U OJHOHN U3 ABMKYIIHX
CWJ, TOJJCPKUBAIOIINX BUAOBOE pa3zHooOpazue (UTOIEHO30B, a TaK IKe
CIIOCOOHBIX ~ PEeTyNIHpOBaTh YHUCICHHOCTh BHJAa W  NPOTEKAaHWE  Pa3HBIX
(GU3HOIIOTHYECKUX  TPOIECCOB y  pacTteHuil. @DopMHUpOBaHWUE MATOCHCTEM
MIPOUCXOANT BCIIEACTBHE SBOJTIOIMOHHO BHIPAOOTaHHBIX MEXaHU3MOB, MPUBOISAIITNX
K (U3NOIOTUYECKOW HMHTETPAlMU JIBYX OpraHm3moB. lIpomecc ¢opmupoBaHusi u
pa3BUTHUSl TIATOCHUCTEM JOCTAaTOYHO BapWaOeIbHBIH M MOXET ONPEICIIAThCS
MHOXeCTBOM  (pakTopoB, dYTO  obOecrmedyuBaeT  pazHooOpaszue  cTpaTerui

BBaHMOHCﬁCTBHH paCTCHI/Iﬁ u (i)I/ITOHaTOI‘CHOB.

1.2. Mopdodusunonornyeckasi rerTeporeHHOCTb MUKPOOHBIX MOILYJIS NI

BonbmmHCTBO (PHU3MOTOTHYECKUX MPOILIECCOB, MPOTEKAIOMIMX B BBICIIAX
OpraHM3Max, CBSI3aHO C KOOPIWHUPOBAHHOW paboToit nuddepeHITMpPOBaHHBIX
KJIETOK, COCTaBIIIONINX PA3IUYHBIC TKAHU, CICIHATU3UPYIONIECS HA BHIMOJTHCHUN
ornpeneneHHbIX (QyHKIUNA. MHUKpOOPraHU3MBI TaK k€ 00Ja/laloT CIOCOOHOCTBIO K
GbOopMUPOBaHUIO  PA3NMUYHBIX  MOPPODGHU3UOTOTHIECKHX  BapHAHTOB  KIIETOK.
Hambonee w3yuyeHHBIM © OOIICTIPU3HAHHBIM TPUMEPOM OTOTO  SIBISIETCA
oOpazoBanue cnop (Setlow, 2006). Opnako cymecTByerT Oonblas Trpymnmna
HEeCIopooOpasyromux  OakTepuil, KOTOpble  JOJroe  BpeMs  CUUTAIHCH
HECTIOCOOHBIMH K (POPMHUPOBAHUIO CHEIHAIM3UPOBAHHBIX KIETOUHBIX GopM. Tem

HC MCHCC, HOaXXC B HM30ICHHBIX IIOIIYJIANMAX HCCHOp006p8.3yI-OIJ_[I/IX 6aKT€pI/Iﬁ
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OTJENbHBIC KICTKH PAa3IMYaIOTCs IO CKOPOCTH POCTa, PECIUPATOPHON aKTUBHOCTH,
CTPECCOYCTOWYMBOCTH, KOMIETEHTHOCTH K pasnudHbiM curHaigaMm (Lidstrom,
Konopka, 2010). B mnpupoansix mnomyiasuusx, Mop(podU3n0IOruIecKoe
pa3HooOpa3ne MUKPOOPTaHHW3MOB CYIECTBEHHO Oorade, dyeM B J1a00paTOPHBIX
KyJNbTypax in vitro. DTO TO3BOJSIET paccMaTpUBaATh MOMYJSIIUI0O MUKPOOOB Kak
COBOKYITHOCTh Pa3HOPOJHBIX CYONMOMyJsAlUid, OOBEIUHECHHBIX JPYr C JPYyrom
¢usnonornyecku u pynkiuonanbHo (Baulina, 2008).

[Ipy OTHOCHTENBHO CTAaOWMJIBHBIX BHEIIHUX YCJIOBHSIX OCHOBHBIC CBOMCTBA
MOMYJISAIAN ONPEICIISAIOTCS JOMUHHUPYIOMCH CyOImonysiued (JOMHHHUPYIOUUMHA
cyormonyasanusMu). MUHOPHBIE TIPH 3TOM HE BHOCSAT CYIIECTBEHHOTO BKJIaJa B
bu3HOIOTHYECKUE TTOKA3aTeI MOMYJISIIH B 1ieoM. OHAKO M3MEHEHNE BHEITHUX
YCIIOBUH MOKET MPUBECTH K JOMHUHHPOBAHUIO MCXOJHO MHUHOPHOM CYOIOMYJISAIINN
(cyOmonymsiuii), eciii OHa OKa3bIBaeTCs HamOoJiee MPUCIOCOOJCHHOW K HOBBIM
ycinoBusim (Booth, 2002; Aertsen, Michiels, 2005; Kussell, Leibler, 2005; den
Besten et al, 2007, Ingham et al, 2008). Takas MOOUIBHOCTH
MOP(POPHU3NOIOTHIECKON CTPYKTYPHI TOIYJISAIIMN TO3BOJISET OaKTePUsIM IpH
HEOOXOJIMMOCTH MEHSATHh CTPATETHIO «IOBEICHUS» W THOKO aJanTHPOBATHCS K
MEHSIOIIMMCS YCIIOBUAM OKpYy»Karomei cpenbl (Balaban ef al., 2004; Strovas et al.,
2007). TIlpm »stoM >(PGhEeKTUBHOCTH OCBOCHHUS  OaKTEPUSIMH  Pa3TUYHBIX
DKOJIOTHYECCKUX HUII 3HAYWUTEIBHO TIOBBIMIAETCA. B CTPECCOBBIX  YCIOBHAX
aJanTHBHBIA pPE3EPB, CKPBITBIH B MHUHOPHBIX CYONONYJSANHSX, YBEIUIHUBACT
BEPOSITHOCTh BBDKUBAHHUS HEKOTOPOU YaCTH MOMYJISAIAN 0 MPEKPAIICHUS JCHCTBUS
HEOIaronpusaTHOTO akTopa.

Cumraercs, YTO TMOTCHIMAN OaKTepWii, CBS3aHHBIH CO CIHOCOOHOCTHIO
dbopMHpOBaHUS aTbTEPHATHBHBIX KIECTOYHBIX (DEHOTHUIIOB, B HAaUOOJIBIIEH CTETICHU
peanu3yeTcsl Ipyu HEONAroNMPHUITHBIX U1l pocTa ycioBusax. [loaToMy, 310 siBICHHE
OOBIYHO HCCIEAYETCS C MPUMEHEHUEM MOJICIBHBIX CHCTEM, BKIIOYAIONIUX TC WU
WHBIE CTPECCOBBIC BO3AeHCTBUSA. OTHUM U3 aClEKTOB OTBETA KIETOK HA CTPECCOBBIC
(bakTopel SABIACTCS HM3MEHEHHE WX MOP()OJIOTHU, KOTOPOE MOXKET 3aTparnBaTh

MOJII/I(i)I/IKaI_II/IIO YIBTPACTPYKTYPHI KaK HUTOILIA3MBbI, TaK N KJICTOYHOH O0O0JI0YKH
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(Marden et al., 1985; Booth, 2002; Brauer et al., 2006). Knetounas o6osiouka npu
DTOM MOJKET VIUIOTHATHCS, YTOJIIATBCSA, B €€ CTPYKTypEe MOXKET BO3HHKATh
CJIIONCTOCTh, 2 00BEM TEePUTIIa3MaTHUECKOTO MPOCTPAHCTBA MOXKET CYIICCTBEHHO
YBEJIMUMBATHCA. MeXIy HapyXKHOHW M ITUTOILIa3MaTHYCCKOM MeMOpaHaMud MOTYT
BO3HHUKATh 30HBI aJIe3Ud MEMOpPaH, HEOOXOAWUMBIC IS DKCIIOPTa Pa3IMYHBIX
MeTa00JIUTOB U aKTUBHOT'O B3aUMOJICUCTBUS MPOTOILIACTA C OKPY’KAIOIIEH cpeaoit
(Lopez, Webster, 1985; Joseleau-Petit et al., 1994; Lee, Schneewind, 2001; Petrova
et al., 2014). Kpome TOro, B HEKOTOPBIX CIydassX KJIETOYHas 00O0JIOYKA MOXKET
MOJTHOCTBIO WJIM 4acTU4HO aerpaaupoBath (Novitsky, Morita, 1976; Reeve et al.,
1984; Raivio, 2005; Jordan et al., 2008; Asad, Opal, 2008).

[{uToriasmMa Tpu W3MEHEHHH MOP(OJIOTHU KISCTOK MOXKET MpHUoOpeTaTh
TCTCPOTCHHYI0O  WJIM  KOMKOBaTyl  TEKCTYPy  BCIICJICTBHE  arperaiuu
[IUTOIIA3MAaTHYCCKUX  OEIKOB. PacmojiokeHHE [HMTOIUIa3MBl MOXET OBITh
MOJIIPU30BAHO B KJIETOYHOM OOBEME. 3a4acTyr0 MPOUCXOIUT KOMIAKTH3AIUs
HyKJeouga u jaerpamamms pubocom (Manas, Mackey, 2004); mosBisIFOTCS
pa3IuYHbIE BKIIOYEHHS, CpeId KOTOPbIX MOryT ObITh nosiudocdarsr (Seufferheld et
al., 2008), nomuddupsr (Sudesh et al., 2000), rnoOynbl, oOecHEUUBAIOIINE
CTaOMJIBHOCTH KJIETOK IIPU 3aMOpaKMBaHUKU-OTTauBaHuu (Soina et al., 2004).

Hekoropsie Mmopdoduznonorndeckue Gopmbl 0aKTepUaIbHBIX KIETOK ObLIN
CHUCTEMATU3UPOBAHbI M TIOJYYHMJIM ONPEJCICHHOC Ha3BaHHWE, HMCXOMs M3 CBOUX
XapakTepucTuk. K  HUM  OTHOCATCS, HampuMmep, JKH3HECIOCOOHBIE, HO
HEKYJIbTUBUPYEMBbIC (POPMBI, ITUCTOMOAOOHBIC MOKOSIIUECS KIIETKH, TEPCUCTEPHI,
L-popmbr. Kpome TOro, B OakTepHaNbHBIX MOMYJSIHUAX MOTYT (OPMHUPOBATHCS
CTPYKTYPHPOBaHHbBIE 00pa30BaHUs, HAIOMUHAIONINE TKAHU BBICIIUX OPTaHHU3MOB,
Ha3BaHHbIe OuoruieHkamu (Stoodley, Stoodley, 2009).

/KuznecnocodHble, HO HEKYJIbTHBHPYeMbIe (hopMBbI

OmHUM H3 pactpoCTPaHEHHBIX CIIOCOOOB MEPEKUBAHUS MHUKPOOPTaHU3MaMHU
HEOJIarONpPHUATHBIX JJIS pOCTa YCIIOBUU SIBJISETCS 3allyCK 0CO00# (hM3MOTOTHYECKON
MPOTPaMMBI, MPUBOAAIICH K BPEMEHHOW IMOTEpe MPOIU(EepaTUBHON aKTHUBHOCTH.

[Ipu »>TOoM KjeTku He (HOPMUPYIOT KOJOHUU TpPU BBHICEBE HA CTaHJAPTHHIE
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MUTATENIbHBIE CPEeJbl, OJIHAKO COXPaHSIOT >ku3HecrnocoOHocTh (['omominen, 1998;
Oliver, 2000). ITockoabKy KIacCHYECKUE€ MHKPOOMOJOTUYECKHE TPUEMBl HE
MO3BOJISIIOT JIETEKTUPOBATh TaKWe KICTOYHbIE (OPMBI, 3TO COCTOSHHUE OBLIO
HA3BaHO (OKU3HECTIOCOOHOE, HO HEKYJIBTUBHPYEMOEY.

Cunraercs, 4T0 HEKYJIbTHBUpYyeMbIe (OPMBI OaKTEpHil MOTYT COCTABISTH
pe3epB MOMYJISINI MAaTOTEHOB B PAa3IMUHBIX dKOCHCTeMaXx (BOJa, IMOYBA, BO3AYX)
(Lleo et al., 2007, Su et al, 2013). B TakoM COCTOSIHUM KJIETKH CIIOCOOHBI
COXpaHATHCSA JOCTATOYHO JOJTO: HAaXOMACh B HEKYJIBTHBHPYEMOM COCTOSHHUHU,
KIneTku Pseudomonas fluorescens ocTaBamuCh MKU3HECMOCOOHBIMH B IIOYBE B
teuenue roja (Bunker et al., 2004), a xnetku Vibrio fluvialis — B Mopckoit Boje
ooiee 6 et (Amel et al., 2008).

®axkTophl, HHAYIUPYIOUIUE TIEPEX0]] B HEKYIHTHBHPYEMOE COCTOSTHUE, OUYCHB
pa3HooOpa3Hpl. OHM BKITIOYAIOT OTCYTCTBHE POCTOBOTO CyOcTpaTa (TojojgaHHe),
BO3/ICIICTBHE HEONTUMATBHBIX TEMIIEPATyp, TOBBIIICHHYIO WIH TOHUKCHHYIO
OCMOTHYHOCTH CPEJbl, JCUCTBUE TOKCHYHBIX COCIMHEHUH (TSIKEIBIX METaJlIoB)
(Oliver, 2010). ¥V poaOKOKKOB W MHUKOOAKTEpUN HEKYJIbTHUBUPYEMbIE (POPMBbI
oOpaszyrorcss B cranuoHapHou (aze pocra (Shleeva et al, 2002). Ilepexon
MaTOTCHHBIX MHKPOOPTAaHM3MOB B HEKYJIBTUBUPYEMOE COCTOSIHHE MOXET TaKKe
OmpenenaThcsl cTaauel MHQpEKIMoOHHOTO Tporecca. Tak, 10 99% KieTok
¢duTonaToreHHOM OakTepuu Ralstonia solanacearum CTaHOBSITCS
HEKYJIbTUBHUPYEMBIMH TIOCJIE TOTO, KaKk Ha WHQUIMPOBAHHBIX PACTCHHIX
pa3BuBaroTcs oomupHbIe HEKpo3bl (Grey, Steck, 2001).

HexynbTuBHpyeMble KIETKH UMEIOT HU3KUH ypOBEHb METa0OIM3Ma (CHHTE3
MaKpOMOJIEKYJ W JbIXaHHUE), OAHAKO COXPAHSAIOT 3HAYMTENbHBIA ypoBeHb ATD, a
takke MeMmOpanHbIil norenuuan (Oliver, 2010). Kpome Toro, B HEKyJIbTUBUPYEMBIX
kneTkax cuHTesupyrorcss MPHK, B ToM uumcme, coOTBETCTBYIOIIHE TeHAM
BupyneHtHoctu (Vora et al., 2005). CHuxkeHrne MeTa00JIMUeCKON aKTUBHOCTH, IO
BCEH BEPOSTHOCTH, OOCCIIEUMBACT TMOBBINICHUE PE3UCTEHTHOCTH KIETOK K
HEONAroNpHUsTHBIM BO3JCUCTBUsAM. [lo CpaBHEHHIO C pacTyIIUMH KJIETKAMH,

HEKYJIbTUBUpYEMble (QOpMbI 0Oojiee YCTOMYMBBI K BBICOKOW TeMIiepaType,
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MOBBIIICHHON/TIOHMKCHHOW  OCMOTHYHOCTH, HH3KoMy pH, XomomoBomy wu
OKHCJIUTEIILHOMY CTpecCy, BO3ICHCTBHIO yIbTpa3ByKa, 3TaHOJA M Pa3IUYHBIX
antuobuotukoB (Weichart, Kjelleberg, 1996; Wong, Wang, 2004; Lleo et al., 2007;
Anuchin et al., 2009; Nowakowska, Oliver, 2013).

Tpancopmarus  KIETOK B~ HEKYJbTHBHPYEMbIE  (OPMBI  MOXKET
COIPOBOKIATHCS U3MCHCHUEM ux YIBTPACTPYKTYPHI. Knerkn B
HEKYJIbTUBUPYEMOM COCTOSSHUM HMMCIOT PEAYIIMPOBAHHBIA pa3Mep M OKPYTIIYIO
dbopmy (IlIneesa u ap., 2003; Oliver, 2010; Zeng et al., 2013). CymiecTBeHHbIC
MU3MCHCHHS TPU NIEPEX0/Ie KIIETOK B HEKYJIBTUBUPYEMOE COCTOSIHHE MPETEPIICBAIOT
KJIETOYHAsl CTEHKA W IUIa3MaTuyeckas memOpaHa. Y moxosiuxcst Gopm M. luteus
oOHapy>XeHbl M3MEHEHUsS B (OCHOTUIUIHOM CIEKTpE, a TaKXKE YMEHBIICHUE
o0IIIero KOJMYeCcTBa JIUMHUJIOB M OCJIKOB B COCTaBe MEMOpaH IO CPaBHEHHIO C
BEreTaTUBHBIMHU KJIETKAMH, YTO, MO-BUIUMOMY, CHUXKACT Oaphep MPOHHUIIAEMOCTH
nuroruiazMatTudeckor Memopansl (Linder, Oliver, 1989; Mukamolova et al., 1995;
Day, Oliver, 2004). M3meHeHue CTPYKTYpbl KIETOYHOW CTEHKH MpHU MEPexojie
KIIETOK B HEKYJIbTUBHPYEMOE COCTOSHHE CBSI3aHO C €€ YTOJIICHHEM, a TaK JKe
yIulIoTHeHHeM nentuaoriaukanoBoro ciost (Kondo et al., 1994; Signoretto et al.,
2002).

CTpykTypa ¥ MOJICKYJSPHBIM COCTaB IMTOIIA3MBI TaK JK€ CHIIBHO
OTJINYAIOTCS Y HEKYJIBTUBUPYEMBIX opM M BereTaTuBHBIX KiIeToK (Trevors et al.,
2012). YV HexkynbTUBHpPYEMbIX QopM OakTepuili 00BEM LUTOIUIA3MbI OOBIYHO
YMEHBIIIACTCSI. IJTO CBS3BIBAIOT C TEM, 4YTO IS TPOIECCOB IMOAJCPNKAHUS
’KU3HECITIOCOOHOCTH KJIETKE HEOOXOAMMO MEHBIIEE 4YHUCIO OCIKOB M JAPYrHX
KOMITOHEHTOB ITUTOIUIa3Mbl, YeM TpeOyeTcs TNpuU akTUBHOM pocte. [loaTomy
YMCHBIICHHE  (YHKIMOHAIBHOTO  O0OBbE€Ma  IHUTOIUIa3Mbl  MPEICTABIISACTCS
3aKOHOMEpHOM amanTtuBHOM ctpaterueit (Trevors et al., 2012). CocTtossHUE MOKOS
CBSA3aHO C TEpPMHUHAIIMEH TIpolecca pPEIUIMKAllMd W CO CHIDKCHHEM YPOBHS
TPAHCKPHUIIIIUU TEHOB, YTO COIPSIKEHO C «KOHCEPBHPOBAHHUEM» T'CHETHYCCKOM
nH(pOpMaIuU, KOTOpOE BhIpakaeTcs B KoHAcHcanuu Hykineouna (Warner, Oliver

1998; 3uranruposa u ap., 2003). 1ot nporecc Bo MmHOTOM obecnieunBaercsa JIHK-
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CBSI3BIBAIOIIMMU O€IKaMHU, KOTOpPBIE MPUBOIAT K cynepcrmpanm3anuu JIHK, dro
3aTpymHSCT MpucoeAuHeHUEe nojuMmepas u 3ammmaer JIHK or moBpexmeHuid,
BBI3BIBAEMBIX OKHCIUTENBHBIM cTpeccoMm (Lomovskaya et al., 1994; Watson et al.,
1998).

BakHEeHWIIUM CBOWCTBOM HEKYJbTHUBHPYEMOT'O COCTOSHUS SIBJSETCS €T0
oOpatumocTh. BoccraHoBieHue npoiaudepaTUBHON aKTUBHOCTH, HAa3bIBAEMOE B
JUTEPATYPE «OKHUBICHUEM», MOXKET OBITh BBI3BAHO Pa3IUYHBIMH (PAaKTOpPaMH B
3aBUCUMOCTH OT TaKCOHOMHUYECKOH MPHHAICKHOCTH MUKpoopraHusMa (Zeng et
al., 2013). OxuBJIEHHE MOXKET MPOUCXOAUTH B MPUCYTCTBUU METAOOIUTOB BBICIINX
opranu3moB (Steinert et al., 1997; Grey, Steck, 2001; Garcia et al., 2007), npu
OTMBIBKE KJIETOK B Oe3yriepoaHoit cpene (I'opmkoB u ap., 2009), npu usmMeHeHUn
temrepatypsl (Oliver, 2010), npu pgo0aBieHMH aHTHUOKCHIAHTOB (KaTasjasa)
(Mizunoe et al., 2000) wm nereprentoB (Tween 20) (Sun et al., 2008). ¥V
MUKOOaKTepuil ObUT BBIABIEH M oXapakrtepuzoBaH Oenok Rpf (resuscitation-
promoting factor), HHAYIUPYIOIIHMI OKUBJICHUE HEKYJIbTUBHUPYEMBIX (opM. bemok
Rpf mnpencraBiser co0oil TENTUAOTIMKAH TUAPOJIa3y, MOIU(PHUIUPYIONIYIO
OaKTepHAIbHYIO0 KJICTOYHYIO CTCHKY, CIIOCOOCTBYS, TAKUM 00pa3oM, KIETOYHOMY
nenenuto (Mukamolova et al., 1998, 2002, 2006; Shleeva et al., 2004).

Krnaccuueckne JKCIEpUMEHTANIbHBIC MOJEIN Iepexoja OakTepuid B
HEKYJIbTUBUPYEMOE COCTOSHHUE W TIOCIEAYIOIIETO OXHUBJICHUS TOKOSIINUXCS KICTOK
OblTM  paspabotanbl W ommcanel rpynmod  J[. OnmBepa Ha mpumepe
MukpoopranuzmoB popa Vibrio (Nilsson et al., 1991; Oliver, Bockian, 1995;
Whitesides, Oliver, 1997; Warner, Oliver, 1998). Ilpu unkyOamuu KJIETOK B
HUCKYCCTBEHHOH MOPCKOH BOJie NMpU NOHWXKEHHOW Temmeparype (+4°C), KieTku
yTpadyuBajIl KOJOHHUEOOPA3YIONIyI0 CIIOCOOHOCTh M HE BBISBJISUIMCH MPU BBICEBE Ha
nuTaTeNbHbIe cpefbl. OMHAKO €CIM HEKYJIbTUBUPYEMbIC KJICTKU TEpe]] BHICEBOM
BBIJICP)KUBAJIM B TEUYCHUE HECKOJIBKUX YacOB IMPH ONTHMAJILHON TeMIiepaType, TO
MIPOUCXOIUIIO X «OXKUBIICHUE.

OOpatuMBbIii TIepexo] B HEKYJIbTUBUPYEMOE COCTOSTHUE OBLI OTMCAH U 'y psja

¢duronarorenubix Oaktepuit (Grey, Steck, 2001; Ordax et al., 2009; I'opikoB u
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ap., 2009; Santander et al., 2012). BrnusHue TSKENbIX METAUIOB HHAYLIUPYET
nepexoq Oaktepun poaoB Erwinia wu Xanthomonas B HEKYIbTHBHPYEMOE
cocrostaue. [Ipu 3TOM peBepcus KIETOK B BereTaTUBHBIC (DOPMBI MPOUCXOAUT TIOJT
JCHCTBHEM XENaTUPYIOUINX areHTOB, a TAK)KE TOMOTEHATOB PACTUTEIBHBIX TKaHEH
(Ghezzi, Steck, 1999; Ordax et al., 2006). OxuBneHne HEKYIbTUBUPYEMBIX KJIETOK
Ralstonia  solanacearum, xoTopble o00pa3ylOTcs Ha TMO3JAHEH  CTaauu
WHQPEKIIMOHHOTO MpoIlecca Yy TOMATOB, MPOUCXOAUT TIOJ ACHCTBHEM KOPHEBBIX
skccynaroB pacrenuit (Grey, Steck, 2001).

OTHOCUTENIBHO  BHUPYJICHTHOCTH  HEKYJIBTHBHPYEMBIX  KIETOK  Ha
CETOMHSIIHUYN JIeHb YHHBEPCAIBHON TOYKH 3peHUs HEe chopmupoBaHo. OmucaHbl
Cllydad, KOTJa HEKyJIbTHBHUpPYEMble (OPMbI HE BBI3BIBATM PA3BUTHS CHUMIITOMOB
3aboneBanus y xossieB (Maalej et al., 2004; Du et al., 2007). B To xe Bpems, y
HEKOTOPBIX  BUIOB  OakTepuil  HEKYJbTUBUPYEMBIC  KJICTKH  COXpaHsIIU
BupyneHTHOCTh (Rahman et al., 1994; Baffone et al., 2003, 2006; Vora et al.,
2005).

Hecmotpss Ha TO, 4TO B OOJBIIMHCTBE CIIy4aeB IMepexoa OakTepuil B
HEKYJIIbTUBHPYEMOE COCTOSIHHE pAcClEHWBAeTCs KaK aJalTHBHAs CTpaTerus,
CYIIECTBYIOT W JpyrHe TOUYKW 3peHHs. ECTh MHEHHe, 4TO HEKYIbTHBHPYEMOCTb
SBIISICTCSl CTaIWed JEeTeHEPAaTUBHBIX W3MEHEHWH, TPEIIeCTBYIOMNX THOeIH
MUKPOOHBIX KJIETOK, a MPOIIECC OKUBIEHHUS — ITO BCEro JIMIIL CHIATHE (hakTopa,
mumuTupytomero poct (Bogosian et al., 2000, 2001). Ognako 6iaronpusiTHbIE A5
pocTa YCIOBHS JAJIEKO HE BCETJa SIBISIFOTCS JOCTATOYHBIMHU JJIsi BO30OHOBIICHHUS
nponudepaui HeKYIbTUBHPYEMBIX KIETOK. Tak, kineTku V. cholerae oxuBarot
Tosibko mocne TernoBoro moka (McDougald er al., 1998). HekynpTuBupyembie
knetku  Ralstonia  solanacearum,  BOCCTaHABIMBAIOT  NPOJUpEpPaTUBHYIO
aKTUBHOCTH TIOJI BIUSHHEM METa0O0JUTOB pacTeHus-xossiuHa (Grey, Steck, 2001).
Oxusnenue kiaetok Mycobacterium u M. luteus, npoucxoaut B 1000 — 100 000 pa3
a¢dekTrBHEE, eCIH B Cpely KyIbTHBHPOBAHUS JOOABISUIA CYIIEpHATAHTHI aKTHBHO

nponudepupyromux Kyabtyp (Mukamolova et al., 2002; [llneeBa u ap., 2003).
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CymiecTByeT TakKe TOYKa 3pEHHS, YTO OXKHMBJICHHE KaKOW-TO 4YacTH
OakTepuaqbHOW TMOMYJSLUM TIPEACTABIsAET COOOW CTPATETUIO «OTMIPABKH B
pPa3BeIKy» C IEIbI0 TECTUPOBAHUS MPUTOJHOCTH OKPYXKAIOIIEH Cpelbl IJid pocTa
ocHoBHOM wyactu mnomymsiuu (Epstein, 2009). BepostHee Bcero, poib u
3HAYMMOCTh HEKYJIBTUBHUPYEMOTO COCTOSHHUS MOXKET pa3iNdaThCsi B 3aBUCUMOCTH
OT TAKCOHOMUYECKOH NMpUHaNeKHOCTH MUKpoopranu3MoB (Oliver, 2010).

MucTomomo0HbIE MOKOAIIHECH KIETKH

s psima GakTepuii, Kak HECTIOpooOpa3yroUux, TaK U CIOPO0Opa3yIOIIUX,
KyJbTUBUPYEMBIX B YCIOBHSX,  PENPECCUPYIOIIUX  CHOPOOOpa3oBaHUeE,
MPOJIEMOHCTPUPOBAHO dhopmupoBaHue 0COOBIX KJICTOK, Ha3BaHHBIX
UCTONMOAOOHBIMU TIOKOSIMMUCS (Dnb-Perucran u ap., 1980; Hyna u ap., 1982;
Jloiiko u ap., 2011). Huctonogo6usie nokosimuecs kiaetku (LITK) umeror ocolyro
yIbTPACTPYKTYpy. OHU colepKaT MHOTOCIOMHYIO Karcyiy, MHOTONPOPUIBHYIO
KJIETOYHYIO CTE€HKY, MEJKO- WM KPYIMHOIPAHYJUPOBAHHYIO IIUTOIUIA3MY H
KOHJICHCUpPOBaHHBIN Hykieoua (Dnb-Perucran u np., 1980; Hynma u ap., 1982;
Cysuna u ap., 2004). Takue KJIETKH UMEIOT OY€Hb HU3KUM, WM HEBBISBIISEMBIN
ypoBeHb Merabomm3ma. [Jns ILIIK xapakrtepHa Bbicokas (EHOTUIIHMYECKAS
BaprualenbHOCTh. [Ipu BXOXKICHUU STUX KJIETOK B HOBBIN IIMKJ OHTOT€HETHYECKOTO
Pa3BUTHSA MPOUCXOAMUT JUCCOLMAIUMS MHUKPOOHOW TMOMYJAIMH, CBA3aHHAs C
BBINIEIIJICHUEM KOJIOHHAIbHO-MOp(doiornueckux BapuanToB (Dnb-Perucran u ap.,
1980; yna u ap., 1982; Jlopomenko u ap., 2001; Unsunckas u ap., 2002a).

O6pazoBanne IIIIK perymupyercss ayTouHIyKTOpaMu aHabuo3a —
ankunokcudenzonamu (AOB) (Mymokun u ap., 1996; Dnbp-Perucran u ap., 2006;
Mymtokud u ap., 2008). OTu coenUHEHUs, HAKAIUIUBAsCh B MOMYJSALMIX 0
OTPENICICHHOTO0 YPOBHS, BBI3BIBAIOT MEPEX0J B cTamuoHapHyro a3y pocra. [Ipu
JNajdbHEWIIEM TOBBIIICHHWH WX KOHIEHTpPAIlMM IPOUCXOIUT  0Opa3oBaHUE
nokosimmuxcss  ¢opm. AOB crnocoOHBI B3aUMOJEHCTBOBaTH C  Pa3IMUYHBIMU
MaKpoMoJieKyJlaMu U JunuaaMu. [Ipu B3auMoelicTBUM ayTOMHAYKTOPOB aHA0n03a
C JIMIHJAMHU TPOUCXOJIUT TOJUKPUCTAIUIM3ALMS TOCIAEIHUX, YTO MPUBOJIUT K

M3MEHEHUIO (PYHKIIMOHABHON akTUBHOCTU MeMOpaH. AODB Takke monuduuupyror
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CTPYKTYPY (GepMEHTOB U 00€CIEeUYNBAIOT U3MEHEHUE UX KaTaJTUTUYECKUX (PYHKIUH
(becmmamoB u gp., 2000; KommakoB u ap., 2000; Mymokun u ap., 1996). B
YaCTHOCTH, OTH  COEJUHEHHUs  SBJSIOTCS  MHTMOUTOpaMM  aKTUBHOCTHU
TUIPOJINTUYECKUX (DEPMEHTOB, YTO, MO BCEW BEPOSTHOCTH, MPEIOTBPAILAET JTU3UC
kierok (Konmakos u nip., 2000).

AObBb cnoco6ubl B3aummopeicTBoBath ¢ JHK-cBs3pIBarommmu OenkaMu, a
takke HernocpeacTBeHHo ¢ JIHK, m3menss ee usmko-xumuueckue CBONCTBA, U
BJIIUSTh, TAKUM 00pa3oM, Ha CTPYKTypy OakrepuanbHOro Hykieouaa. Kpome Toro,
ayTOMHAYKTOphl aHabuo3a MOryT BbI3bIBaTh MyTareHHbli 3ddext (Kozubek,
Tyman 1999; Unwsunckas u ap., 20026; daBeigoBa u ap., 2005; MyntokuH U ap.,
2005). Bce a10 obOecrneunBaeT CHIXKEHHE YpPOBHS MeTa0oIM3Ma B TMOKOSIIEHCS
KJIETKE.

Ilepcucrepsl

Eme oany rpynmny «ocoObIx» KJIETOK B COCTaBe OaKTepUabHbIX MOMYJISLUN
MPEACTABISIOT MEPCUCTEPBl. OTU KIETKM XapaKTepHU3YIOTCS OYE€Hb HU3KOU
CKOPOCTBIO jeneHusl. B oObrdHBIX yciioBusix oHU cocTaBisiioT oT 0,001 mo 0,1 %
MUKpOOHOU momyisiuu. [lepcuctepsl NpOSBISIIOT MOBBIIIEHHYIO YCTOWYMBOCTD K
CTPECCOBBIM (akTopaMm, B TOM YHCIE, K BO3IACHCTBUIO aHTUOMOTHKOB (Lewis,
2010). Ilpu cusTuM cTpeccoBoro (akropa mepcucTepbl GOPMUPYIOT OCHOBY IS
Bo30OHOBIeHMs nonyisanuu (Keren ef al., 2004).

«BplenIeHNE» MEPCUCTEPOB, TPOUCXOIAIIEE CTOXACTHUECKHU, CONMPSKEHO C
peopranuzanueid (pU3HOJOTUYECKUX MPOIECCOB, HO HE CBSA3aHO C H3MEHEHUEM
nepBu4HON CcTpyKTyphl OakrepuanbHoi JIHK. Ilpu peBepcum mnepcuctepoB B
aKTUBHOIpONU(depupyroiee  COCTOSTHUE  YCTOMYMBOCTH K AHTUOMOTHKAM
CHW)KAeTCsl /10 YpPOBHA MCXOAHOW mnonymsiiuu. Takum o0Opa3oM, mNepcucTepbl
XapaKTepU3ylTCsI MMEHHO (PU3MOJIOTMYECKOM YCTOMYMBOCTBIO, HE CBSI3aHHOU C
reHeTH4YecKor u3MeHuYnBOoCThIO (Shah et al., 2006; Singh et al., 2009).

[Ipo1IEeHTHOE COOTHOLIEHUE MEPCUCTEPOB M AKTUBHO NEIAIIMXCSA KIETOK B
MONYJISILIUU BapbUPYET B 3aBUCHUMOCTH OT CTaJAUM pocTa. MUHUMAIbHOE 3HAUYCHHE

XAPaKTCPHO HJIA HOFapH(i)MquCKOﬁ CTaauun poCTa, B TO BPpCM: KaK B CTaI_II/IOHapHOﬁ
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JOJISl TIEPCUCTEPOB YBEIMYMBAETCS. BeposiTHO, 4TO 3TO MOXET OBITH CBS3aHO C
MOBBIIIICHUEM KOHIICHTPALMU pslla CUTHAJIOB MEXKICTOYHOH KOMMYHHKAIIMH, B
TOM YHCIE€ MEIUAaTOpPOB CHCTEMbl KBOPYM CEHCHHra. B TOJB3y 3TOrO
CBUJICTEIBCTBYET  MOJIOKUTEIHHOE  BIUSHUE  (AKTOPOB  MEKKICTOYHON
KOMMYHUKAIIMM U WX aHaJoroB Ha QopMmupoBaHue nepcucrepoB (Moker et al.,
2010; Han et al., 2011; Vega et al., 2012).

L-¢popmbi

VY rpamoTpuIaTeIbHBIX 0aKTepUil CYIIECTBYIOT 0COOBIE KIETOYHBIE (HOPMEI,
Ha3BaHHbIE L-popmamu. Y TakuX KIETOK MOJHOCTHIO WM YaCTUYHO OTCYTCTBYET
KJIETOYHAs CTEHKA, B 3aBUCHMOCTH OT Y€T0 OHH MOJPA3ACIIOTCS Ha MPOTOTUIACTHI
U ceporutacTbl, COOTBETCTBEHHO. DTH (OPMbI MOTYT BO3HHKATH CIIOHTAHHO, WIIH
WHAYIIUPOBAaHHO (TIOJ JCWCTBHEM aHTHOMOTHKOB, (DEPMEHTOB, aMUHOKHCIOT U
npyrux (aktopoB). L-bopmbl MOryT OBITh HECTAOWIBHBIMU M CTAOWUJIBLHBIMU;
nepBble, B OTIMYAM OT BTOPBIX, CIOCOOHBI pPEBEPTHPOBATH B OOBIUHBIC
BereTaTUBHbIE (POPMBI C KIETOUHOM cTeHkoil (Strang et al., 1991).

L-popmbl nmOCTaTOYHO TONMMOPQHBI: MIAPOBHUIHBIC, HUTCBUIHBIC WU
Oecctpykrypable. X pazmep MoxkeT cuiibHO BapsupoBaTh (o1 0,2 1o 50 mxm). B
OTJIMYKE OT BETETaTUBHBIX KIETOK, L-hopMBI MOTYT conepkaTh KpYyIHbBIE BaKyOIIH.
Mertabonuueckast akTuBHOCTh L-popm mocrarouno Huzkas (Casadesu” s, 2007).

ObpazoBanue L-popm paccmaTpuBaeTcs Kak CHoco0 MepeKUBaHUSA
HEONMAronmpusTHBIX YCIOBHWH, B TOM 4YHCIE B OpraHW3Me XO3iHWHA. YTparta
KJIETOYHOW CTEHKH BJIeYeT 3a cO00i MCUYE3HOBEHHE psA/la aHTUTCHOB M CHW)KCHHE
UMMYHOT€HHOCTH, YTO MOXET OBITh PAacCMOTPEHO Kak 3(PQeKTUBHBIA crmocob
u30eranus 3allUTHBIX OTBETOB Makpoopranmsma. JleiictBurensbHo, L-popmbl
CHOCOOHBI UTMTETIFHO TIEPCUCTUPOBATh B OPTaHM3ME XO3SMHA TPU JIATEHTHBIX
unpexusax (Allan et al., 2009).

Y  martoreHHbIXx ~ OakTepwii  KIOYeBBIEe  (DAKTOPBl  BUPYJICHTHOCTH
CEeKpPETUPYIOTCS W3 KIETOK 4epe3 pa3iiuyHble TPAaHCIOPTHBIE CHUCTEMBI,
MPOHU3BIBAIONINE KIETOYHYIO CTeHKY. [loaTomy, cunbHast MoauduKanus 000I09KH

(unu nonHoe ee oTcyTcTBUE) Y L-popm, kak npaBuiio, BieyeT 3a co00H HapyleHue
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TpaHCIIOpTa ¥ TNPOAYKIIMH JCTEPMHUHAHT TATOTEHHOCTH, 4YTO HETaTHBHO
CKa3bIBA€TCs HA UX BUPYJIEHTHOCTH. BoccTaHOBIIEHNE BUPYICHTHOCTH MPOUCXOIUT
npu peeBepcur B poauTelbckyto (opmy (Neimark, 1986). Tak, B oriuuue oT
BEreTaTUBHBIX KIETOK, L-popmbl Pseudomonas syringae He CTUMYIHPYIOT
PEaKIUIO TUIIEPYYBCTBUTEIILHOCTH Y PACTEHUN Tabaka M HE BBI3BIBAIOT CUMIITOMBI
3a0oneBanus y pacrenuil ¢aconu. TemM He MeHee, pa3BUTHE 3a00JI€BaHUS MOKET
MPOUCXOJIUTh W B ciiydae oOpazoBaHust L-dopm: npu wuHGEKIUU, BBI3BAHHOU
Oaktepusimu  popa Erwinia, B KiIyOHSIX Kaprodens oOHapy>XKuMBald Kak
BereratuBHble KieTku, Tak U L-popmer (Webb, Wood, 1974). Kpome Toro,
MOoKa3aHo, 4YTo L-popMbl MOTYT BBI3BIBATH CUCTEMHYIO YCTOWUYMBOCTBH Y PACTEHUM
(Amijee et al., 1992).

BakTepuajibHbie OMONJIEHKH

CymectBoBanue Oaktepuil B Mpupoje B (popMmMe «IUTAHKTOHHBIX KYJIbTYpP»
CUMTAETCA CKOpee UCKIIOYEHUEM, a HE 3aKOHOMEPHOCThIO. OOBIYHO, MUKPOOHBIE
nonyyusiuu  GOPMUPYIOT  CJIOXKHBIE  TPEXMEpPHBIE  CTPYKTYphI:  arperarhl,
MUKPOKOJIOHUHM W OUOIIEHKH. B paMkax Takux CTPYKTYp MHKPOOHAs MOIMYJISIIUS
OTYACTU HAMIOMUHAET TKAaHU BBICIIUX OPraHW3MOB: OT/ACIBHBIC KJIETKH MPU ITOM
MOTYyT Mopdonoruuecku uw/unu  $usuonoruueckn aud@epeHunpoBaTbcs U
dbopMHpOBaTH  CIOXKHYIO  CHCTEMY  BCJEACTBHE  OOpa3oBaHUS  OOUIETro
BHeKjeTouHoro Marpukca (Sutherland, 2001). On cTabunusupyer TpeXMEpHYIO
CTPYKTYpYy OHOIUIEHKH M (OpMUpPYET I KJIETOK Oapbep, 3allMINAIOMUNA HX OT
HeOaronpuaTHeIX (aKTOpoB (BBICHIXaHMS, H3MeHeHUs pH, HeonmTUMabHOM
OCMOTHYHOCTH CPEJbl, a TaK K€ 3aIUTHBIX PEaKIMi OpraHu3Ma U MEIUIMHCKUX
npenapatoB) (Flemming, 1993; Gilbert et al., 2007).

OCHOBHBIMHU KOMITOHCHTaMU MaTpUKca OMOIJICHOK SABJISIIOTCS
AKCTPAKJIETOUHbIE TOJUCAXapU/Ibl; HO HAPSAIY C HUMU B €r0 COCTaB TAaKkKe BXOIST
oenku, mumuasl U JJHK (Branda et al., 2005). buomieHku 4acTo NPOHU3aHBI
KaHajlaM{, OOpa3yIolMMU CJIOKHYIO TPOBOJSAIIYI0 CHUCTEMY, IO KOTOPOH
HUPKYJIUPYIOT BOJHBIE PAacTBOPHI, OOecreyuBas BO3MOXKHOCTh B3aWMOCHCTBUS

KIICTOK C Oprmanmeﬁ cpej:[oﬁ (HpI/ITOK IMUTATCIBHOI'O CY6CTpaTa, OTTOK
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AKCTPAKJIETOUHBIX MeTaboauTOB (hepMeHTOB, TOKCMHOB) U T.1. (Costerton, 1995;
Stanley, Lazazzera, 2004).

HadvaneHoil craameit (opmupoBaHus OWOIUIGHOK Yalle BCETO SBISICTCS
NPUKPEIUIEHHE KIETOK K TBEPAOMY CyOcTpaTy ¢ TMOMONIbIO TWiIeH, aubo
MEMOPaHOCBSI3aHHBIX WM BHEKJIETOYHBIX METa0OIUTOB (TOJIMCAaXapuI0B, OCIKOB).
[locne 92TOro  TPOUCXOAMT  Pa3sMHOKEHHUE  KIETOK W (OpPMHUPOBAHUE
AKCTPAKIETOUHOr0 MaTpukca. OOpa3oBaHHe OHMOIUIEHOK OOBIYHO MPOUCXOAWT HA
rpa"ulie pazaena ¢as (Boga/Bo3ayx) (Stoodley et al., 1997, 1998; Branda et al.,
2005). Ha mno3gHux »dTamax pa3BUTHS OWOIJIEHOK 4YacTh KIETOK MOXKET
JTUCTIEPTUPOBaTh (OTIAETATHCS) W KOJOHU3UPOBATH HOBBIE MHUKpoHHUIIHM (Rinaudi,
Giordano, 2010).

dopMupoBaHUE OUOILICHOK SIBISETCS Ba)KHBIM aCIIEKTOM B3aUMOJICHCTBUS
MHOTHX TAaTOTCHHBIX M CHMOHWOTHYECKHUX OaKTepui C BBICHIUMH OpPTaHH3MaMH
(Danhorn, Fuqua, 2007). 3To cBS3aHO C HECKOJBKUMH NMpu4rHaAMU. Bo-mepBriX, B
cocTaBe OWOIUICHKH YBEITUYHBACTCA PE3UCTEHTHOCTh KIETOK. Bo-BTOpHIX, B
OMOIUIEHKE CO3/1aeTCsl BBICOKAsl IUIOTHOCTh OaKTepHaIbHOW MOMYJSAIUH, KOTopas
HeoOXoMMa JIII MAacCHPOBAHHOW M KOOPJIWHHUPOBAHHOW MPOAYKIUHU (DaKTOpOB
BHUPYJCHTHOCTH.

VY ¢@uronaroreHoB (opMUpoBaHHE OHOIJIEHOK OOBIYHO MPUYPOUYECHO K
KOJIOHM3AIIUU KCWJIEMHBIX COCYZOB WJIM TOKPOBOB PAaCTEHUSA-XO3AMHA. AJre3ui0
KIETOK K KJICTOYHBIM CTEHKaM XO35MHa O0ecrleunBaloT OaKkTepHalbHBIC
AKCTPAKJICTOYHBIC MOJIUCAXaPU/Ibl, OITUCAaHHBIC, HAIPUMED, YV MaTOreHa KYyKYpPY3bl
Pantoea stewartii subsp. stewartii (creBaptan) (Koutsoudis et al., 2006) u y
BBI3BIBAIONICH «OaKTepUalbHBIA  OXOI» PO3OLUBETHBIX FErwinia amylovora
(amunoBopan, neBaH) (Bogs et al., 1998; Koczan et al., 2009). MytanTHbie popMbI
aTHX OakTepwii O TeHaM (EepPMEHTOB OHMOCHHTE3a DJK30MOJUCAXapHuI0B He
CHIOCOOHBI  KOJIOHM3MPOBATh KCWJIIEMHBIE COCYIbI, YTO CKa3blBaeTCsi Ha HUX
BHUPYJCHTHOCTH.

dopmupoBaHue OUOTUIEHKH B KCHWJIEMHOM COCY/I€ MOXXET B 3HAUUTEIHHOMU

CTCIICHHU HapyliaTb BOI[HBIﬁ TPAaHCIIOPT W IPHUBOAUTH K YBAAAHHUIO paCTeHI/IfI.
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baktepuabHBIN BUIT SBISETCS THUIUYHBIM CHMIITOMOM, BBI3BIBAEMBIM IIEJIBIM
psaoM (HUTOMATOreHOB, OCHOBHOHM CTpaTerueil B3aUMOJEHCTBUS KOTOPBIX C
pPacCTeHUSIMU SIBISICTCS MHTCHCHUBHAS KOJIOHU3AIUSI COCYIUCTON cucTeMbl. OIHAKO
HapyIICHUE TPAHCTIMPAITMOHHOTO TOKA MOXKET SIBIATHCS HETATUBHBIM (DaKTOPOM HE
TONBKO JJISi CaMOT0 PACTEHHUs, HO M ISl HEKOTOPHIX MATOT€HOB, HECTIOCOOHBIX
KOJIOHM3UPOBAaTh Kakue-TM00 KIETKH pPAaCTeHUH, MOMHMO 3PENbIX KCHJIEMHBIX
cocynoB. Jlist takux Oakrtepuit (xylem-limited bacteria), K KOTOPHIM OTHOCHUTCS
NaTOreH BUHOTPaaa U UUTPYCOBbIX Xylella fastidiosa, TOK KUIKOCTH IO COCYyJaM
o0ecnednBaeT TOCTYIUIEHHE pOCTOBOro cybcrpara. I[losToMmy WHTEHCHBHOE
pa3BUTHE OHWOIJICHOK B COCYJaX MOXET JHIIUTh MHUKPOOPTaHW3MBI HMCTOYHHUKA
nuTanug. Mcxonas W3 0ocoOeHHOCTEW >KWU3HEHHOTO IMKJIAa KCHIEIUIBI, Yy JTOU
OaKTepuu TPUHIUI PETyISIUU TPOAYKIIMH SK30IOJIMCAXAPUIOB OTIMYACTCS OT
TaKOBOTO Y OOJIBIIMHCTBA APYTUX OAKTEPHi.

OOBIYHO CHHTE3 JK30MOJUCAXapHI0B, KaK M MHOTHX JpYrux (HakTopoB
BUPYJICHTHOCTH, OCYIIECTBISICTCS TMpPH JOCTH)KCHHHM BBICOKOM  IUIOTHOCTH
MOMYJISIIIA U PETYIUPYETCS IPH YIaCTUH KBOPYM-CEHCOPHOU cHUCTeMBbl. brarogaps
ATOMY, MPH HHU3KOW IJIOTHOCTH MOMYJSIMU, HEJOCTATOUYHOW it d(h)EeKTUBHOM
aTaky OpraHW3Ma XO3sSWHA, MPOAYKIHUS (PAKTOPOB BUPYJICHTHOCTH IOJABIISETCS.
Korna xoHmeHTpamusi OaKkTepHaNbHBIX KIETOK JOCTUTA€T HEKOETO MOPOrOBOTO
YpPOBHSI, dKCIIpeccHsi reHOB BUpyJieHTHocTH aktuBupyercsa (Miller, Bassler, 2001;
Waters, Bassler, 2005; Antunes ef al., 2010). B cny4ae ¢ kcuiemioi, Ha000poT,
cUCTeMa KBOPYM CEHCHUHTa SBIISCTCS HETaTUBHBIM PETYIATOPOM TPOIYKIIUU
IK30MOJUCAXaPUI0B. DTO MO3BOJIIET MUKPOOPTaHU3MaM CACPKHUBATh YPE3MEPHOE
pa3pactaHue OWOIJICHOK B KCHJIEMHBIX COCYJaX M MPEMsITCTBOBATH OJIOKHUPOBKE
BOJIHOTO TpAHCIIOpPTa B OpraHW3Me XO35MHA, MOMAJEPKUBas, TaKuM 0Opa3oM,
MOCTOSTHHBIN MIPUTOK NMUTATENIbHOTO cyOcTpara (Leite ef al., 2004).

Takum o6pa3oM, MUKpOOHas MOMYJISIHS TPEACTaBIsAeT cO00M TUHAMUYIHO
pa3BUBAOIIYIOCS CHCTEMY, B KOTOPOH MOKET MPOUCXOAUTh (OPMUPOBAHHE
CTICTIHATU3UPOBAHHBIX KIIETOYHBIX (beHOTHTIOB. HuddepenunpoBka

6aKTCpI/IaJIBHBIX KIICTOK PCryjIupyCcTCsa 3K30TCHHBIMU Q)aKTOpaMI/I 1 S3HAOI'CHHBIMHU
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pEryJIsATOpaMU U CIYKUT Ba)XHOM COCTaBJISIOLIEH AaJanTUBHOIO IOTEHIMANa
MUKpOOHOU monyisiuuu. OcoOblii HHTEpPEC MPEACTABIIAET UCCIEJOoBaHUE Ipolecca
JUCCOLIMAIIMM MUKPOOHOM MOMYJISIIUU B PACTUTENBHBIX OpraHU3Max, OCKOJIbKY HX
BHYTpEHHsIsl cpena auddepeHurpoBaHa Ha pas3jiMyHbIE TUIBI KJIETOK U TKAaHEH,
YCIIOBUSI B KOTOPBIX 3HAUUTEIbHO pasznuyaroTcs. [loaTomy opraHu3m Xo3siMHa
dbopMHpyeT OYeHb HEOJHOPOAHYIO Cpely MJIi MHUKPOOPraHM3MOB, YTO MOXKET
ABIATBCS OJHOW M3 ABMXKYIIUX CHJI, 3aMyCKAIOLIUMX IMpOIecChl OaKTepHalbHOU

uuToAu(epeHIIUPOBKY.

1.3. PoJsib cucTeM ropMOHAJIBHOM peryJisiiui pacTeHUu B (pOPMUPOBAHUM
PaCTUTEIbHO-MUKPOOHBIX NATOCHCTEM

[Ipouecc dhopmupoBaHusi pacTUTEIBHO-MHUKPOOHBIX MATOCUCTEM BKIIOYAET
P 3aKOHOMEpPHBIX  (DU3MOJIOTMYECKMX  MPOLECCOB,  MPUBOASIIMX K
«peoOpa3oBaHuI0»  opraHuzMa xo3suHa. CyliecTBEHHass pojib B 3TOM
npeoOpa3oBaHUU OTBEIEHA TOPMOHAIBHBIM CHUCTEMaM pacTeHus. Moaymisiust Tex
WIM UHBIX TOPMOHAJIBHBIX CHCTEM MPH 3TOM MOXET JIMOO OTpa)kaTh 3alIUTHBINA
OTBET pacTeHus1, TuOO0 ObITh Pe3yJbTaTOM MAHHUITYJIUPOBAHUS MHUKPOOPraHU3MaMu
«roBeJieHneM» Xxo3simHa. Kpome Toro, mockoJjibKy BCE€ CHUCTEMbI TOPMOHAJIbHOMN
peryisiuu QyHKIIMOHUPYIOT B paMKaX €IMHON CUTHAJIbHOW CETH, U3MEHEHHS B
paboTe OTAENbHO B3STOM TOPMOHAIBHOM CHUCTEMBI MOTYT OTpa)kaThbCsi Ha
(GYHKUMOHUPOBAHUM IPYTUX Kak «BTOopuuHbIEe 3 PexTh» (Robert-Seilaniantz ef al.,
2007; Bari, Jones, 2009).

[IpuHATO CUMTaTh, YTO PA3BUTUE MATOJOTMYECKOM CHUCTEMBI MPOUCXOAUT B
TOM cily4ae, Korja (pakTopbl aBUPYJIEHTHOCTH NATOreHOB (Hampumep, Avr-Oenku)
HE PpACMO3HAIOTCS COOTBETCTBYIOIIMMH R-0enkamu  pacTeHHs-XO34MHA, U
3alUTHBIN OTBET JMOO HE aKTUBUPYETCA, JTUOO aKTUBHPYETCS CIMIIKOM MO3HO,
JUISE TOTO 4YTOOBI MPENATCTBOBATH AKTUBHOMY pa3MHOKEHHUIO MATOT€HHOIO
opranuzMa (dpsikoB u np., 2001; Agrios, 2005). OgHako HOJHOE «MOJYAHUE
3alIUTHBIX CUCTEM PAcTeHUM MPU MHBA3UM NMATOTEHHBIX OPraHU3MOB MPHUBOJHUT K

HCBO3MOKHOCTH (I)OpMI/IpOBaHI/ISI MaTOJIOTHYECKON CHCTEMBI. DTO CBSA3aHO C TCM,
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YTO YCIICNTHOE B3aMMOJICHCTBHE OAKTEPUH W PACTEHUU COMPSKEHO C aKTHUBAI[UEH
0COOBIX (PU3MOJIOTHYECKUX PEaKIMid B OpPraHU3ME XO3IMHA, 00BETUHEHHBIX IO
Ha3BaHUEM pEaklus BOCIPHUUMYUBOCTU. [IpUdeM peETyIsITOPHBIC CHUCTEMBI,
3aJICCTBOBAHHBIC B PEAKIMIX M BOCIPUUMYUBOCTH, U YCTOWYMBOCTH, OJHH U TC
ke (B TEpBYH OYepenb, OTO CAIWIMIAT- M >KaCMOHAT/3THUJICH-3aBHCHUMBIC
TOPMOHAJIBHBIE CUCTEMBI). [lO3TOMY «OTKIIFOYCHHE» 3alUTHBIX CHCTEM Y
MYTaHTHBIX (OpPM pacTeHH B psjAC CIydacB HE YBEIWYUBACT, a HAoOOpOT,
CHI)KACT X BOCIPHUMYHBOCTH K PSIY ATOTCHOB IO CPABHCHHIO C JUKHUM THIIOM
(Aloni et al., 1995; Hirsch et al., 2002; O'Donnell et al., 2003 a, 6).

Takum  oOpa3oM, pa3BUTHE TATOJOTHYECKOW CHCTEMBI  BKJIIOYACT
COBOKYITHOCTh (PM3MOJIOTMYECKUX OTBETOB PACTEHUS, KOTOPHIE, C OJHOW CTOPOHBI,
KOHTPOJUPYIOT Pa3BUTHE TOIMYJISAIMA MUKPOOPTaHU3MOB in planta, a ¢ Apyrou
CTOPOHBI,  «ONTUMHU3HUPYIOT»  BHYTPCHHIOI  Cpeay  XO3iMHa, (OPMHPYS
«KOM(OPTHYIO» 3KOJOTHUECKYIO HHINY 1 dHA0(GHUTOB. OCHOBHBIMU CHUCTEMaMH
TOPMOHAJIIBHOW ~ PETYJIAIHMH, YYacTBYIOIIMMH B  PacTUTEIbHO-MHKPOOHBIX
B3aUMOJCHCTBHUAX, CYUTAIOTCS CalMIMIaT- W JKaCMOHAT/3TUJICH-3aBUCHMBbIC,
KOTOpBIe OOBIYHO, XOTS U HE Bcernaa, spisitorcs antaronuctamu (Kunkel, Brooks,
2002; Anderson et al., 2004; Robert-Seilaniantz et al., 2011). OnHakKo MOCTOSIHHO
YBEJIMUMBACTCS KOJMYECTBO pPabOT, YKa3bIBAIOIIMX HA TO, YTO W JIPYTHE
TOPMOHAJIBHBIE CHCTEMBl (ayKCHH-, THOOCpEIUIMH-, ITMTOKHHUH-, a0CIM30Bas
kuciiota (ABK)-3aBucuMbIC) UTPAIOT BAXKHYIO POJIb BO B3aMMOJICHCTBHH OaKTepU
U PACTCHUM.

CanuumioBasi KHCJI0Ta

Canmununosas kuciora (CK) OTHOCUTCS K <«3alllUTHBIM» (DUTOrOpMOHaM.
Hecmotpst Ha To, uto CK perymupyer psa (QpU3HOIOTHYECKUX IPOIECCOB, HE
CBSI3aHHBIX HAMPSMYIO C 3alUTHBIMUA PEAKIUAMHU (IIBETCHUC, aKTHBAIUS ITHAHH/]I-
YCTOWYMBOTO JBbIXaHUS W TEPMOTCHE3), OCHOBHAs €€ poJib CBs3aHa C
dhopMupoBaHHEM CTPECCOBOTO O0TBeTa Ha Omotnueckue daktopsl (Viot et al., 2009;

Mengenes, [laposa, 2011).



36

CuHTe3 CanuMUUIOBOM KHCIOTHl UIpaeT KIIOUYEBYIO pOJb B pPEaKUUU
ceepxuyBcTBUTENbHOCTH (PCY) — mnporpamMmupyemMoil cMepTH pacTUTENbHBIX
KJIETOK, IO3BOJISIONIEH JIOKAJU30BaTh 30HY 3apakKeHUsi M TOJIaBUTh DPa3BUTHE
cucteMHOM MHpexuu. [Ipu 3TOM HECKOJIBKO PAacTUTENbHBIX KJIETOK PaClO3HAIOT
MaToreHa u NorudarT BMECTE ¢ HUM, 0OecreurBasi BBKUBAHUE 1I€JI0r0 OpraHu3Ma.

Ha navanbbix 3Tanax peakiuu PCY mpoHCXOAUT OKUCIMUTENbHBINA B3pPbHIB
BCJIEACTBUE 00pa3oBaHus akTUBHBIX (popM kucinopoaa (ADK), koTopbie BbI3BIBAIOT
NEPEeKUCHOE  OKHUCJICHHE JIMMHUJOB, HapylIeHHWE IEIOCTHOCTH  MeMOpaH,
MHAKTUBAIMIO (EPMEHTOB U pa3pylICHUE HYKIEUHOBBIX KHCIOT. OOpa3zoBaHue
OOJBIIOr0 KOJMYECTBAa TMepekucu Bopopona npu PCY  gBngercs NpUYMHON
ycunenus cuHte3a CK, koTopas, B CBOIO O4Yepelb, SBISETCA HWHIMOUTOPOM
Karanasbl — (hepMeHTa, pacUIeIUIAIONIer0 NepeKuch Bogopoaa. B urore, nepexuch
Bojiopona, akTuBupys cuHTe3 CK, cnocoOcTByer emie OoJblIieMy HaKOIUICHHIO
A®K u takum obpaszom Bei3biBaeT ycuienue PCY (psaxoB u ap., 2001; Vot ef al.,
2009; Mengenes, [llaposa, 2011).

CK Taxke sBIs€TCS MHAYKTOPOM CUCTEMHOM MPUOOPETEHHON YCTOWYUBOCTH
pacTeHuil, KoTopasi SIBISETCS Pe3yJIbTaTOM IMOBBIIICHUS COACpP>KAHUS 3aIUTHBIX
COCIMHEHUM, TaKuX Kak (UTOANEKCUHBI, JUTHUH, XUTHHA3a W pAx JAPYTrux
TUAPOJINTUYECKUX (EPMEHTOB BO BCceM opranusme. biaromapss 3ToMy pacTeHus
MPOSBIIAIOT YCTOMUYHUBOCTh K TTIOBTOPHOMY 3apa)KEHUIO MIMPOKUM PSAOM MATOTEHOB
(rpudsbl, 6akTepun, Bupychl) (ApsxoB u ap., 2001; Tapuesckuii, 2002; Mensenes,
[aposa, 2011).

CK B pacTeHHUsX MOXXET CHUHTE3UpOBAThCA M3 XOpU3MOBOM KHCIOTHI (XK)
AByMs pasznuyHbiMM nyTsiMud. B mepBom ciywae XK mpeoOpasyercs a0
deHunanaHuHa,  KOTOPHIA €  MOMOUIbI0  (peHMIIaJaHWH-aMMUAK-JIMA3bl
npeBpalaercs B KOpUuHyto kucioty. [lociaeanss 3arem okucisercst 10 OeH30MHON
WM KyMapoBOM KHCIIOT, U3 KoTopbix cuHtedupyerca CK. Bo Bropom ciyuae, XK
Merabonusupyercss Ao CK uepe3 wu3oxopusmar ¢ MOMOIIbIO (pepMEeHTOB
M30XOpHU3MaT-CUHTa3bl M H30XxopusMmar-nupyBat-nmuazel  (Vlot et al., 2009;

Mengenes, [laposa, 2011).
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OaHUM U3 OCHOBHBIX KOMIIOHEHTOB IYTH MEpeaaur CaluIMIaT-3aBUCUMOTO
curHana susercs Oenok NPR1 (Dong, 2004). B orcyrctBum CK, NPRI1
JIOKaNIM30BaH B LUTOIUIa3Me, T7€ OH (OpMUPYET MYJIbTHUMEPHI. Y BEIMYECHUE
coaepkannsi CK mpuBOAUT K M3MEHEHUIO pelokc-cTaTyca kietku (Mou et al.,
2003), uto Bemer k mepexoay NPR1 GenkoB B BOCCTAaHOBIEHHOE COCTOSHUE,
mucconnann NPR1 kommuiekca n murpaunn NPR1 MoHomMepoB B siapo. B sape
NPR1 cBs3piBaeTCsi € TPaHCKPUMIIMOHHBIMU (HaKTOpaMH, YTO aKTHUBUPYET
AKCTIPECCUIO cCaTIIMIaT-UHAYIupyeMbix reHoB (Dong, 2004).

HenaBHo OblIM MAEHTU(UIMPOBAHBI PELENTOPHI CAIMIIMIOBONM KHCIIOTHI —
6enku NPR3 u NPR4 (Fu et al., 2012). Onu cnyxar agantepamu Mmexay NPR1 u
yOuKBUTHH-TUTa3HbIM KoMmIiekcoMm (CUL3), a taxxe Hanpsimyio cBs3biBaioT CK.
NPR3 o6namaer mensiieit abhdunocteio k CK, yuem NPR4, uro mmeer BakHOe
3Hauenue Mg ynkuuonupoBaHusi CK-zaBucumoi perynsropHoit cuctembl. CK
koHTponupyet dopmupoBanue komruiekcoB NPR1/NPR3 u NPR1/NPR4 u takum
oOpazoM perynupyer cTabmibHOCTh U akTUBHOCT, NPR1. Ilpu cBsa3eiBanuu ¢ CK
NPR4 Ttepser cnocoOHOcTh oOecneunBath nerpaganuto NPR1, a NPR3 -
HaoOopoT, npuodpetaet (Fu et al., 2012).

[Tpu mus3koit konnentpauu CK NPR4 obecnieunBaer paspyiieHue 0obliei

gactt NPR1 B pesymbrate CUL3N™

-3aBUCUMOM Jerpajalnuy. JTa Jerpajanus
Ba)KHA JIJI1 TOTO, YTOOBI MPEIOTBPATUTh AKTUBALIMIO 3AIIUTHBIX PEaKIUil B HOpME.
[Tpu sTom GazoBslii ypoBenb CK cnoco6cTByeT nuccorumanuu yactu NPR1/NPR4-
KOMILUIEKCOB, YTO TOJJIEPKUBAET B KIETKE ONpEAcIIeHHbIM YpoBeHb NPRI,
HEOOXOIUMBIN NJI1 HOPMAJIbHOTO (YHKUIHOHUPOBAHUS PACTUTEIBLHOTO OpraHu3Ma
(Wildermuth et al., 2001; Nawrath et al., 2002).

JlokanbHoe U cucremHoe ypenuueHue ypoBHs CK B pacteHun (Hampumep,
IIpU aTake MaToreHoB) popmMupyer ee KOHIEHTpauuoHHbIN rpagueHT (Enyedi ef al.,
1992; Meier et al., 1993). Haubomnee Boicokuii ypoBenb CK xapakTepeH s mMecrta
uHpunuposanus, rae npossisierca PCY (Torres et al., 2005; Lu, 2009). B obnactu

PCY, wu3-3a Beicokoil koHueHTpaumu CK, npekpamaerca paspymenune NPRI

NPR4 .
CUL3 -3aBUCUMBIM criocoOoM. Opnako B3aumogelictsBue NPR3 ¢ CK B 30He
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PCY aktuBupyer CUL3NPR3-3aBI/ICI/IMYIO nerpagaruio NPR1. Takum oGpaszom, nBa
peuenTtopa CK perynupytot coaepxkanue NPR1 npu pazHbIX KOHIEHTpaUUsSIX 3TOTO
¢uroropmona (Fu et al., 2012).

WNurtencuBnoe paspymenre NPR1 B 30He MHUIIMpOBaHUS HMMEET BaKHOE
3HaY€HUE, MOCKOJIbKY 3TOT Oenok moxasiseT passutue PCY (Rate, Greenberg,
2001). B obnacrtu, rpanuyaieit ¢ 3010t PCY, mensmmii ypoenb CK numutupyer
B3aumoaericteue NPR1 m NPR3, no3Bonss NPR1 nHakaniauBaTbCs B 3TOM 30HE.
JT0, C OIHOW CTOPOHBI, JoKanu3yeT 30Hy PCY, a ¢ Apyroil CTOpOHBI, AKTUBUPYET
NPR1-3aBucumyro nepefgady  CalMOMIATHOIO CHTHaJlA, YTO HHAYLHUPYET
CUCTEMHYIO MPUOOPETEHHYI0 YCTOMYMBOCTh. TakuM 00pa3oM, cuctema mnepenayu
CAJIMIIMJIATHOTO CUTHAJIa OPraHU30BaHa TaK, YTOObI 00ECEUUTh MPOTEKAHUE OYEHb
pa3HomiaHoBbIX CK-3aBUCHMBIX MTPOIIECCOB.

Baxneiimas pons CK B 3ammrHoM  oTBeTe  pacTeHuM  Oblia
MPOJIEMOHCTPUPOBAHA BO MHOKECTBE IKCIEPUMEHTAIBHBIX pad0T. MHOrME U3 HUX
OCHOBaHbl Ha aHaJM3€ TPAHCTEHHBIX pacTeHWi, JKcmpeccupyromux red nahG,
KOTOpBI  KOAUpPYET cajuuuiar Truaposiazy — (EepMEeHT, pa3pyllaroiui
CAMIIWIIOBYIO KHUCJIOTY. B Takux pacTeHusix B mpoliecce MH(PEKIHNH, BbI3BAHHON
MaTOr€HHBIMU OpraHu3MaMHu, He HakarmuBaiack CK u He pa3zBuBanach CUCTEMHAas
NpUOOpETeHHAs! YCTOMYMUBOCTh. JTO MPUBOJAWIO K YBETUYEHUIO BOCIPUUMYHUBOCTH
pacTeHui, Kak K BUPYJEHTHBIM, TaK U K aBUpYyJIeHTHbIM natoreHam (Gaftney et al.,
1993; Delaney et al., 1994; Vernooij et al., 1994; Lawton et al., 1995). Ilpu
OJIOKHUPOBKE IKCIPECCUU T'eHa, KOAUPYIOUIEro (peHmasaHuH-aMMuaK-nuasy (0JIuH
n3 (QepmentroB Ouocunreza CK), pacTeHuss Takke MPOSIBISUIM  OOJBIIYIO
BOCHIPUMMYHMBOCTh [0 CPAaBHEHHIO C JUKUM THUIIOM M HE OBUIM CIIOCOOHBI
aKTUBHPOBATh CHUCTEMHYIO NpuoOpereHHyro ycroiuuBocTh (Pallas et al., 1996;
Nawrath, M etraux, 1999; Wildermuth et al., 2001; Nawrath et al., 2002). B To xe
BpeMs, MyTaHThl co cBepxupoaykuued CK  mposiBasiam — MOBBIIIEHHYIO
yCTOMUUBOCTH K OnoTpodHbIM naToreHam (Kachroo et al., 2001, 2005; Shah et al.,

2001; Nandi et al., 2005).



39

XOTs canuMUWJIOBasl KHUCIOTA SIBISIETCS KIKOYEBBIM CHTHAJIOM 3aIllUTHOTO
OTBETa Yy pacTeHUM, €€ ydacThue B PACTUTEIbHO-MUKPOOHOM B3aUMOJEHCTBUU
MOXXET OBITh CIIOHBIM M HEOJHO3HAYHBIM. Bricokuii ypoBenr CK He Bcerna
CONPSKEH C TOBBIIMIEHUEM YCTOMYMBOCTUM pacTeHUW. B HEKOTOPBIX Ciydasx,
HaoOoport, HakorieHne CK HeoOXonuMo AJisl yCIEeNIHOM KOJIOHU3AMKU OpraHu3Ma
X035IMHA TATOT€HHBIMU opraHu3Mamu. CUHUTaeTcsl, YTO HEKPOTPO(PHBIE MATOrCHBI
uHAYUupytoT ob6pazoBanue CK, uToObI BbI3BaTh JIOKAJIbHYIO THOENb KJIETOK
X035IMHA, TPUBOJASAIIYI0O K BBICBOOOXKACHUIO M3 HUX NUTATENBHOro cybcTpaTa
(Govrin, Levine, 2000). Tak, rpubHble TaTOreHbl Botrytis cinerea u Sclerotinia
sclerotiorum MHAYIUPYIOT B PACTEHUAX OKHUCIHUTENbHBIM B3pbiB U PCY. [lpuuem
CTENEHb MX BUPYJIEHTHOCTH HampsMyro 3aBucena ot coxepxkanus ADK B TkaHAX
X03siMHa. B MyTaHTHBIX pacTeHUsiX, HEe crnocoOHbIX 3amyckatb PCY, pocT 3THX
NaTOreHoB ObUI  MOJABIEH, a TMpU HMCKycCTBeHHON crumymsauuun PCY
aktuBupoBaics (Govrin, Levine, 2000).

CK HeoOxomuma M [l «IPAaBUIBHOTO» TNPOTEKAHMS MATOJIOTHYECKUX
MIPOLIECCOB, BBI3bIBAEMBIX OMOTpO(HBIMU NaToreHaMu. [laTorenes, HHAYUUPYEMbIN
Xanthomonas campestris pv. campestris y Pe3yXOBHJKH, BKIIOYAECT HECKOJIbKO
CTagui, XapaKTEPU3YIOIIUXCS PA3TUIUSIMHA B CUMIITOMAaTHKE. 3HAYUTEIbHAS YaCTh
MH(EKIIMOHHOI0 Mpollecca CONMpsDKeHAa € 3alyCcKoM (DU3MOJIIOTMYECKUX PEaKIIMid,
XapaKTEePHBIX JIJIsl €CTECTBEHHOI'O CTAPEHUS, UTO IPUHATO Ha3bIBaTh «3a00J€BaHUE,
noxoxkee Ha crapenue» («Disease resemble senescence»). Mopdoioruueckue
NPOSBIICHUS CHUMITOMOB 3a00JIeBaHUSI MpPU 3TOM BBIPAXKAIOTCS XJIOpPO30M, 3a
KOTOpBIM CJeIyeT TEepMHUHalIbHAas CTaausi MH(EKUWH, CBSI3aHHAs C pPa3BUTHUEM
Hekpo3a. MHrubupoBaHue CalUIMIAT-UHIYIUPYEMBIX HPOLECCOB Y MYTaHTHBIX
pacTeHHl TPOBOAUT K HETHUIUYHOM CHMIOTOMAaTHUKE, IPU KOTOPOM pa3BUTHE
XJIOpO3a HE MPOUCXOAUT, a Cpasy K€ MHIYLUUPYeTCs 00pa30BaHME HEKPOTUYECKHUX
nsateH (O Donnell ef al., 2003a).

B3aumoperictBue aIpyroro npeacraBuTeNss KCAHTOMOHAL — X. campestris pv.
vesicatoria — cO cHeuu(PUUHBIM XO3IMHOM (PacTeHHMEM TOMaTa) CONPSHKEHO C

YBCIIMUCHUCM YPOBHA CK B PaCTCHHUAX, YTO, OAHAKO, HC CIACPKUBACT PA3BHUTUC
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naroreHa in planta. Y MyTaHTHBIX PacTEHHMM CO CHIKEHHbIM cojepxkanuem CK
CUMITOMBI 3a0oJeBaHus He (OPMHUPYIOTCS, OJIHAKO 3K30I'€HHOE BHECEHUE
CAIMIIMIIaTa BOCCTAHABIMBACT XapaKTEPHYIO I TUKOTO THUINA CHUMITOMATHKY
(O'Donnell et al., 2001). IIpu atom CK He BIMAE€T Ha POCTOBYIO AKTUBHOCTH
MaTOreHa, a TOJbKO OOecreyuBaeT MNPOSBIEHHE CHUMITOMOB 3a0o0jieBaHUS. ITO
cBueTenbcTByeT o0 ToM, 4ro CK MOKeT SBISTBCS HE TOJNBKO HWHIYKTOPOM
3alIUTHBIX PEaKlIWid, HO W BaXHHIM KOMIIOHEHTOM BOCIPHHMYHUBOTO OTBETa
pactenuii (O Donnell et al., 2001).

Y MyTaHTHBIX QOpM pe3yXxoBUAKH acdS5, BCIEACTBHE MOBBIIICHHOTO
conepxkanusi CK B Oomblneit crenenn BeipakeHa PCUY, a Takke KOHCTUTYTHBHO
BBICOKHI ypoBeHb dKkcrmpeccnn CK-mHaynmpyempix reHoB. HecmoTps Ha 3TO
MyTaHTHBIE pacTeHHsi Oojee BOCIPUUMYUBEI K Pseudomonas syringae pv. tomato,
YeM pacTeHHUs AUKOTO THMA. JDTO YKa3blBaeT Ha TO, YTO MOBHIIICHHOE COACPIKAHHE
CK, BoipaxkenHass PCY u aktuBanus CK-3aBUCHMOro 3allIUTHOTO OTBETA HE BCETIA
CBsI3aHbI C YCTOWYMBOCTBIO pacTeHuH k naroreHam (Greenberg ef al., 2000).

Taxum o6pazom, CK perymupyeT MHOXKECTBO acleKTOB, TETEPMUHUPYIOIUX
OCOOEHHOCTH B3aUMOJIEMCTBUS PACTEHUM M MHKpoopraHu3moB. Ee ponb moxer
OBITh CBsI3aHA KaK C AKTHUBAIMCH 3aIUTHBIX CHCTEM pPACTEHUH, MPUBOMAIICH K
DIIMMUHAIUY TTATOTEHHOTO OpPTaHnu3Ma, TaK U ¢ KOHIUIIMOHUPOBAHNEM BHYTPECHHEH
CpeIbl XO3sIMHA, YTO OJarOnpHUATCTBYET (OPMUPOBAHUIO TATOCHCTEMBI.

KacMoHOBasi KHCJIOTA U ITWIEH

[Ipu uccnenoBaHUM PacTUTEIHLHO-MUKPOOHBIX CUCTEM KACMOHOBAsI KUCJIOTa
(OKK) m sTmieH, Kak MpaBWJIO, PacCMATPUBAIOTCS KaK «MapTHEPBD», KOTOPHIE
CHHEPTHYHO PETYIUPYIOT TENbli P MaTOTeH-UHAYIUPYMBIX MPOLECCOB Y
pacteHusi-xo3sinHa (Xu et al., 1994; Pieterse et al., 1998; Penninckx et al., 1998;
Thomma et al., 2001; Glazebrook, 2005). C mnoMoImp0 TpPaHCKPUIITOMHBIX
aHamM30B OBLIO BBIIBICHO, 4YTo perynoHsl KK © STuieHa 3HAYMTENHHO
nepekpoiBatoTcs (Schenk et al., 2000). B uwactHoctu, skcnpeccusi reHa ERF1 —
ATHJICH-YyBCTBUTEIBHOTO (pakTopa TpaHckpumuuu, aktuBupyetrcs KK (Memelink,

2009). Tem He MeHee, cHEKTPbl (HU3UOJOTUYECKUX MPOLECCOB, KOHTPOIUPYEMBIX
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KK u 3TuneHOM, HE CBSI3aHHBIX C PACTUTEIBLHO-MUKPOOHBIMU B3aUMOJIEHCTBUSIMH,
CYILIECTBEHHO PAa3JIUYarOTCs.

OYHKIMU TUJIEHA CBSI3aHBI C PEryJsIUel MPOLEecCOB CO3PEBaHUs IUIOJOB,
MpOpacTaHusl CEMsIH, CTapeHUsl TKaHEH, OmaJeHuUs IJIOJAO0B U JINCThEB, MOAABICHUS
pOCTa KJIETOK PaCTSKEHUEM, Pa3BUTHUS IBETKOB, 00pa30BaHUsI KOPHEBBIX BOJIOCKOB.
OTUJIEH YYacTBYeT B OTBETHBIX PEAKIUSIX PACTUTEIBHBIX OPraHU3MOB Ha
pazuyHble CcTpeccoBbie (aKTOpHI: KoOJeOaHWE TeMIepaTypbl, IOHWKEHHOE
coAepKaHUE KHUCIIOpojaa, 3acyxa, Mexanumueckoe mnoBpexaenue (Ilonesoit, 1989;
Mengenes, [laposa, 2011).

Y CEMEHHBIX pacTeHuit STUJIEH CUHTE3UPYETCS u3
amMuHoIMKIoNponankapooHoBoi kuciotel (ALIK), xotopas, B cBOIO odepenp,
oOpaszyercsi M3 METHOHHMHA. PerenTopbl 3THIIEHA TPEACTaBICHBl HECKOJIbKHUMU
oenkamu: ETRI1, ETR2, EIN4, ERS1, ERS2. B orcyrctBum »3THi€Ha €ro
pelenTopsl  MOJABISIOT  IMPOIECCH, KOHTPOJUPYEMBIE OTUM  TOPMOHOM.
HemnocpencteenHoe ydactue B 3ToMm npuHumaeT 0emok CTR1, koTopeii siBisieTcs
KOMIMOHEHTOM MAP-kuHa3HOrO MOy U OJOKUPYeT ero padoty. B oTcyrcTBUM
TUJIEHA  €ro  peuentopsl  GYHKIUOHUPYIOT KAk  THUCTHUAMHKHHA3Bl |
dbopdopmwmpyror CTR1. 3to mpuBoaut k penpeccun MAP-knuHa3HOTO Kackaja u
OJIOKMpYeT mepeaady STUJICHOBOrO curHaja. [IpW MOBBINICHUH KOHIIEHTpAIlUU
ATUJIEHA TPOUCXOAuT HWHakTuBarusi peuentopa(oB) u CTRI1, uro mpuBoguT k
aktuBann MAP-kunazHoro kackajga. Ha criemyromem sTame mepeiadd CHUrHaia
aktuBupyetcs 6enok EIN2, B pe3ynbTare 4ero npoucxoauT guMepusaius dpaktopa
tpanckpuniuu EIN3, KoTOphIif, B CBOIO OuYepeib, CBS3BIBAETCS C MPOMOTOPHOM
00JIacThIO T€HOB MEPBUYHOTO OTBETa Ha 3TWIECH, B ToM unciiec 1 ERF1 — stunen-
3aBUCUMOro (akTopa TPAHCKPHUMIUK, AaKTUBUPYIOIIETO DJKCIPECCHI0 TEHOB
BTOopu4Horo orsera (Mensenes, [llaposa, 2011).

KK B pacTeHUsIX KOHTPOJIUPYET JACIICHUE U PACTIHKEHUE KIETOK, CO3PEBaHUE
IJI0JIOB, POCT KOPHS, TUTMOMOPGOreHe3 YCHUKOB, TIPOILIECCHI  CTapeHUs,

npopacTaHuc CEMAH, PA3BUTHC IIBLUIBIBI, YUACTBYCT B PCTYJIAINU q)OpMI/IpOBaHI/IH
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KITyOHEH M ompeaenseT YCTOMYMBOCTh K HACEKOMBIM-(puTO(araM M MOPaHEHHUIO
(Creelman, Mullet, 1997; Wasternack et al., 2006; Reinbothe et al., 2009).

JKacMoHAaTBI OTHOCATCSI K OOIIMPHOMY KJIACCY COSAMHEHUN — OKCHIUITUHAM
— (UBHONIOTHMYECKH AKTUBHBIM TIPOAYKTaM TIEPEKUCHOTO OKUCICHHS >KUPHBIX
KHUCIIOT. B pacTeHusiX OHU CUHTE3UPYIOTCS B PE3yJIbTaTe€ OKUCICHUS JIMHOJIEHOBOU
KHUCJIOTHI TIPU yYacTUW JumnokcureHas. OOpa3yromuecs Mpu TOM TMPOIYKTHI —
THJIPOTIEPEKUCH KHUPHBIX KHUCIOT — 4Yepe3 KacKaa peakiHid, KaTalu3UpyeMbIX
AJJIEHOKCUJICUHTa3aMH U aJUICHOKCUAIMKIIa3aMu, peo0pa3yoTcs A0 )KaCMOHOBOM
kucioTel (JKK) (Creelman, Mullet, 1995, 1997; Wasternack, 2007).

Perymsimust  skcmpeccun  KaCMOHAT-MHAYIMPYEMBIX TE€HOB OCHOBaHAa Ha
yOUKBUTHH-3aBUCUMON jaerpaganuu JAZ OenkoB. OTu O€IKHU B3aUMOJECHCTBYIOT C
¢dakropom Tpanckpunuuu MYC2 u TakuM 006pa3zoM OJIOKHPYIOT SKCHPECCHIO
neneBbix reHoB (Memelink, 2009). Ilpu BBICOKON KOHLIEHTpALMU KAaCMOHAThI
B3aumonecTBytoT ¢ Oenkom COIl, kortopbiii siBasieTcs KoMmoHeHToM E3
yOMKBUTHH-JIUTA3HOTO KOMIUIEKCA, YTO MPUBOJUT K €ro B3amMojeicTBuio ¢ JAZ
OenmkaMu, MPOTEONN3y TOCIEAHUX M aKTUBanuu 3Kcnpeccun JKK-mHAyupyemMbix
reHoB (Chung, Howe, 2009; Chung ef al., 2010).

B ocnoBy mnepenaun JKK-cuHrana 3amokeHbl MPUHIMIBI U TO3UTHBHOU, U
HeraTuBHON oOpaTHON cBsizu. C omHo# cToponbl, KK akTHBHpyeT 3KCHpeccuto
IeHOB, KOJIUpYIOIMX (QepMeHThl ee cobcTBeHHOro oOuocunrtesa (Pieterse et al.,
2012). C apyroii ctoponsl, k KK-uHI1ynupyeMbIiM reHaM MpuHaiekat reusl JAZ
OeNKOB — HeraTHBHBIX peryisatopoB nepemaun XK-curnama (Shoji et al., 2008;
Memelink, 2009; Soitamo et al, 2012). Ilo Bceli BEpOATHOCTH, COYETAHHE
NPUHIMIIOB TO3WTUBHOM W HEraTMBHOW OOpaTHOW CBs3W oOOecrednBaeT
BO3MOJKHOCTh TOHKOW PETYJSIMU KaK MPOIYKIIMU STOro (UTOTOPMOHA, TaK H
nepeaaydy ero CUrHana.

Haubonee wu3BeCTHBIM TPUMEpPOM corjacoBaHHocTH HTwieH- u XKK-
3aBHCHMOTO OTBETOB SIBIIICTCS AKTHBAIMsSI COBOKYIMHOCTH HECHEIU(PUICCKIX
peakiuii, OOBEIMHEHHBIC TOJ Ha3BaHWEM WHAYIUPOBAHHOW  CHUCTEMHOMU

yCTOWYMBOCTH. B oTiauume oT cucTeMHOM NpUOOPETEeHHONW YCTOMYMBOCTH,
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pPacCMOTPEHHOH BBINIE W peryaupyemoil B mepByio odepenp CK, mHmynupyemas
CHUCTeMHass yCTOWYMBOCTh, akTuBUpyemas mpu ydactuu KK wu oTuieHa,
XapakTepuszyercs MHbIM HabopoMm peakuuit (Farmer, Ryan, 1992; Pieterse et al.,
1998; Penninckx et al., 1998; Pieterse et al., 2000). Takoil TUII YCTONYMBOCTH HE
cBsizan c (opmupoBanmem PCY, a compspkeH C akTHBanuMed OWOCHWHTE3a
pa3HOOOpa3HBIX 3alIUTHBIX COCIUHEHUH, CPeIn KOTOPHIX aHTUMHUKPOOHBIC OEIKU
nepeH3WHbl W THOHWHBI, WHTUOUTOPBHI TpOTeWHAa3, (EepPMEHTH OHOCHHTE3a
BTOPUYHBIX COCAMHEHUN (QJIKaIoua0B, (PUTOAIEKCUHOB), OelKH, (popMUpYyIOIIIHEe
MEXaHW4YeCKHue Oapbephl B KIETOUYHOH CTEHKE Ha IMyTH WH(EKIMOHHBIX arcHTOB
(ruppokcunponun-oorarsie 0enku) (IpsikoB u np., 2001; Agrios, 2005; Mexnsenes,
[aposa, 2011).

AXTHBaTOpaMu WHAYIUPYEMOW CHUCTEMHOW YCTOWYMBOCTH, KaK IPaBUIIO,
SBIISIIOTCS.  «YHUBEPCAJIBHBIC» MOJEKYNBI, XapaKTepHbIC JUIS  OOJBIIMHCTBA
NaTOreHOB: (parMeHTHl  (uareyyiiHa, XWUTHHA, JIAMOTMOJMCAXapHIbl, WIN
OHJIOTCHHBIE ANMHCUTOpPHI. [lo3TOMy Takoii THUI YCTOMYMBOCTH CUYHTAETCA
HECTICTIM(PUUHBIM. Nunymupyemas CUCTEeMHAass  YCTOWYHMBOCTH  MOJXKET
dbopMUpOBaTECA TOJ BIUSHHEM HE TOJBKO TMATOTEHOB, HO HEMAaTOTEHHBIX
pu300aKTepHii, YTO CHW)XKAaeT BOCIPUUMYHBOCTh PACTEHUH K arpecCHUBHBIM
natorenam (Pieterse et al., 2001). B To e Bpems, cucremMHas npuoOpeTeHHas
YCTOMYMBOCTh OOBIYHO HHAYIHUPYETCS 3PQPEKTOPHBIMH OeIKaMu TaTOTCHOB, B
YaCTHOCTH, TPAHCTIOPTUPYEMBIMH C TIOMOIIBIO CHCTEMBI CEKPEIIH TPETHETO THIIA U
cuutaetcs 6onee cnenuduunoii (Pieterse et al., 2012).

Porme n KK, u 3TuneHa B MHAYKIMHU 3alIUTHBIX peaKIHWid pacTeHwil Oblia
HEOJTHOKPATHO TMOATBEPK/ICHA M HE BHI3BIBACT COMHEHHN. MYTaHTBI Pe3yXOBHIIKH,
XapaKTepU3yIOIIUecss KOHCTUTYTHBHO aKTHBHpPOBaHHBIM cocTosaneM JKK- u
STHJICH-3aBUCUMBIX ITyTEeH, MPOSBISUIM OOJNBIIYI0 YCTOWYMBOCTh K BO30YIUTEIIO
myunuctot pocsl (Ellis, Turner, 2001; Ellis, et al., 2002). biaokupoBka nepenauu
XK/s>Tunen-3aBucuMoro  CurHaiga, HaoOOpoT, Jenana  pacTeHuss  Oosee

BOCIIPUUMYNBBIMU.
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O6pabotka pacrenuit puca KK  wim  cBepxdkcmpeccus  reHa
AJUICHOKCUJICUHTA3bl HHIYIIUPOBAJIN YCTOWYHMBOCTh PACTEHHUH K IAaTOTCHHOMY
rpudy Magnaporthe grisea (Mei et al., 2006). Cpepx3kcmpeccusi TeHa
JUTIOKCUTECHA3bl B PACTECHUSAX TOMaTa, NMPHUBOIAINAS K IMOBbIIICHHIO ypoBHs JKK,
yBeJIU4MBaia ycToMunuBoCcTh pactenuit k Cladosporium fulvum (Hu et al., 2013).

dopMupoBaHUE 3aIIUTHOIO OTBETA YaCTO COIPSIKEHO C YBEIMYCHHUEM
MPOAYKIIMKA OSTHJEHA, KOTOPBIM PpETyJIHpPYyeT TaKHe IMPOIECChl KaK CHHTE3
(UTOAIGKCUHOB M aHTUMHKPOOHBIX PR OenkoB, a Takke OWOCHHTE3 JIMTHUHA
(Knoester et al., 1998; Adie et al., 2007a). Dtunen obecrneunBaeT GOPMUPOBAHKE B
KCHJIEMHBIX COCyJaxX TeJied, OCHOBHBIMHM KOMITOHEHTAMU KOTOPBIX SIBIISIFOTCS
nosrcaxapuibl kierounoi crerku (VanderMolen et al., 1983, 1986; Perez-Donoso
et al., 2007). IlogoOHOe >XeIUpPOBaHWE KCUJIEMHOIO COKa MOXET CIYXKHUTh
3allUTHBIM ~ MEXaHWU3MOM, Ojarojgaps KoTtopomy  dopMHpyeTcs  Oapbep,
MPETATCTBYIONIUH CUCTEMHOMY PACIPOCTPAHCHHIO WH(EKIIMOHHBIX arcHTOB I10
PacCTCHHUIO Yepe3 COCYIUCTYIO CHCTeMy. B TO ke BpeMs, HapylIeHUE TPaHCIIOpTa
BOJIBI BCIICJICTBUE STOTO MOXET YBEIMYUTH BOCIIPUMMYHBOCTh PACTCHHUH, a TaKKe
O0JIETYNTh KOJOHM3AIMI0 KCWJIEMHBIX COCYJOB MHMKPOOPTaHM3MaMH H3-3a
U3MCHCHHUS  PEOJIOTMYECKUX CBOWCTB KCHUJIEMHOTO COKa W yBEIIMYCHUS
KOHIICHTpAI[MH B HEM ITUTATEIIBHOTO CyOCTpara.

[Tomumo 3ammMTHBIX peakmui, u otuiaeH, ¥ KK MOryT sBIAThCA
WHIYKTOpaMU BOCIIPUMMYUBOCTH pacTeHuid. [laToreHes, MHIYyHMHPYEMBIH pPsIOM
MHKPOOPTaHU3MOB, CBsSI3aH C  aKTHBanued  (HU3UOJIOTHMYCCKUX  PEaKIIHM,
COMPSDKEHHBIX C TIPOIECCAMHU E€CTECTBEHHOTO CTapeHMs. 3amyCK IOJ00HBIX
peaknuii HE TPOUCXOAWI TpH HHPUIUPOBAHUM MYTAHTHBIX PACTCHHI,
HeuyBCTBUTENBHBIX 00 K KK, mbo k atrnieny (Bent et al., 1992; Knoester ef al.,
1998; Lund et al., 1998; Thatcher et al., 2009). I[Ipu sToM B KacMoHat-
HEYYBCTBUTEIIPHBIX MYTAaHTaX, MOMHMO OTCYTCTBHSI CHUMIITOMOB 3a00JICBaHMS,
CUJIBHO TIOAABIISIICS pOCT HEKpoTpodHoro rpuda Fusarium oxysporum (Thatcher et
al., 2009). D10 ObBUIO OOBSICHEHO TEM, YTO MATOT€H HE HMEI BO3MOXKHOCTH

WHIYLMPOBaTh pPEAKIMU CTAPEHUS Yepe3 KACMOHAT-3aBUCHMYIO0 CHUCTEMY y
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MYTaHTHBIX pacTeHuil. B pesynbTaTe 3TOro OTCYTCTBHUE JETEPMUHUPOBAHHOU
MOCJIEIOBATENIBHOCTH TMAaTOT€H-UHYLUPYEMbIX peakIuii, MO BCEell BUIUMOCTH,
MPUBEJIO K HEBO3MOXHOCTH «IIPABUIIBHOT0» MPEeoO0pa3zoBaHusi BHYTPEHHEH cpeibl
X0351MHA, HE0OXOUMOTro JJIsl pa3BUTHs matojorudyeckoi cucrtemsl (Thatcher et al.,
2009).

KK/>Tunen-3aBucumpie MpoOILECChl B OCHOBHOM CUUTAIOTCS 3(P(HEKTUBHBIMU
croco0amMu 3aluThl OT HEKPOTPOPHBIX MAaTOreHoB, B TO BpeMs kak CK onpenensier
ycTolunBoCcTh K Ouotpodam (Tapuesckuit, 2002; Truman et al., 2006; Robert-
Seilaniantz, et al., 2007; Bari, Jones, 2009). Otu nBa nmytu (KK/stunen- u CK-
3aBUCUMBIM) — aJbTepHATHUBHbIE M B OOJBIIMHCTBE CIIy4aeB SBISIOTCSA
anTaronuctamu. Tak, JXK-HeuyBCTBHUTENTbHBIC MYTAHTBHl HMMEIOT ITOBBIIICHHBIN
ypoBeHb CK, 4TO COMNpsDKEHO C TOBBIIMICHUEM YCTOWYMBOCTH K OHMOTPO(HBIM
natoreHam (Kloek ef al, 2001) u c yBenuueHHEeM BOCHPUUMYHUBOCTU K
HekpoTpodHbM (Thomma ef al., 1998). D10 co3maeT BO3ZMOXKHOCTH «BBIOOPA»
MPUOPUTETHOTO crIOcO0a 0OOPOHBI, UCXO/S U3 XapaKTEPUCTUK aTaKyIOUIEro areHTa
(Spoel et al., 2007; Grant, Jones, 2009; Pieterse et al., 2012).

Antaronusm CK wu  XK/stunen-zaBucumpbix myTedt  Qopmupyer s
MaTOT€HOB OCHOBY [IJIi MAaHUITYJIUPOBAHUS 3alllUTHBIMU CHUCTEMaMH XO3SHHA.
HaubGonee wu3BECTHBIM MNPUMEPOM H3TOrO SBISIETCS pENpeccus caauluiaT-
3aBUCUMOr0 NyTH NpuU WH(EKUUHU, BbI3BaHHOU Pseudomonas syringae, 3a cuet
aktuBatuu KK nyru. P. syringae cuHTE3UpyeT (PUTOTOKCUH KOPOHATUH —
¢byukunonansHblii ananor KK, akrusupyromuit JKK-3aBuCUMBIM TOpMOHAIBHBIN
nyTh (Brooks et al., 2005; Browse, 2009; Geng et al., 2012; Zheng et al., 2012;
Pieterse et al., 2012). CunTe3 KopoHaTHHA NPUBOAUT K penpeccun CK-3aBUCUMBIX
3alUTHBIX peakluil U K pa3BuThio 3a0oneBanus. OTHUM U3 MOATBEPKICHUNA 3TOTO
SIBJISIETCSL TOBBIIIIEHUE YCTOMYMBOCTH JKK-HEUyBCTBUTEIBHBIX MYTAHTOB K ATOMY
naTroreHy, cBszannoe ¢ yBenuuenuem ypoBHs CK B pacrenusx (Kloek et al., 2001;
Laurie-Berry ef al., 2006; Nickstadt et al., 2004; Zheng et al., 2012)

B HepgaBHUX uHcCIeAOBaHUSAX TMOSBUJIUCH TEPBbIE 3KCHEPUMEHTAIbHbBIC

HJAaHHBIC O MOJICKYJIIPHBIX MCXAaHU3MaAX IOAABJICHUA KOPOHATUHOM CK-3aBuCHMBIX
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peakuuii. Okazanoch, 4YTO OTOT (UTOTOKCHUH PENPECCUPYET MPOAYKIUIO
M30XOpHU3MaT CHUHTa3bl — ¢epMeHTa, ydacTBytomero B OuocuHTese CK, u
aktuBHpyeT pepmenTsl katabonuszma CK (Zheng et al., 2012).

Antaronusm CK u JXKK/3TuiieH-3aBUCUMBIX IYTEH TaKXKe OMpeieseT
¢dakrop tpanckpunuuu WRKY, kotopsiii koHTponupyer oskcnpeccuto CK-
uHaynupyemeix reHoB (Wang et al, 2006; Eulgem, Somssich, 2007).
CBepxaKcIpeccusi COOTBETCTBYIOIIETO I'eHa oOecreunBaeT, MOMUMO HWHAYKIUU
CK-3aBucumbIx TeHOB, penpeccuto KK-MHIynupyempiX, 4YTO NPHUBOAUT K
MOBBIIIEHUIO YCTOMYMBOCTH PACTEHHI K OMOTPO(HBIM MaToreHaM U CHHXKEHUIO K
HekpoTpodHbIM. briokupoBka skcnipeccun reHa WRKY, Hao6opot, obecneunBaer
penpeccuto CK-unaynupyemsix reHoB U aktuBanuio KK-uHnynupyembx, a Takxke
00JIBIITYIO0 YCTOMYMBOCTD K HekpoTpodam (Li et al., 2004, 2006). DTo o3HAYAET, YTO
WRKY saBnsgercs mo3uTuBHBIM perynaropoM skcnpeccun CK-HHIyHHMpyeMbIX
reHoB U HeraTUBHbIM JKK/3TUIEH-UHAYUHUPYEMBIX M Y4YacTBYET B OIpeaesieHUU
OajlaHca MEXy IByMsl TOPMOHAJIbHBIMU MY TSIMHU.

Kpome Toro, mutoren-aktuBupyemas nporeut kunaza4 (MAP4) perynupyet
aHTaroHuctudeckue B3auMooTHomeHuss wMexay CK- u  XKK/atunen-myrsamu.
Mytantel o reHy MAP4 wumeror noBbiieHHbld ypoBeHb CK u mpuoOpetator
YCTOMUUBOCTL K  OMOTpodHBIM  TiceBojioMOHanaM, a oakcmpeccus KK-
MHIYUHUPYEMBIX T€HOB y TaAKUX MYTAHTHBIX (JOPM HMKE, YEM y JMKOTO THUIIA, YTO
HETaTUBHO CKa3bIBACTCSl HA YCTOMYMBOCTU K HEKPOTpOpHOU Alternaria brassicicola
(Petersen et al., 2000; Brodersen et al., 2006). NPR1 — xoMmoHeHT nepenauu
canuuuiaTHoro curHaia, Ttakke ydactByeT B CK-XXK  «kpocc-toke». B
npucyrctBur CK 3TOT 6€51oK nmepexoIuT B BOCCTAHOBJIEHHOE COCTOSTHUE U B TAKOM
cocTostHUU OH OsokupyeT nepenauy XKK-curnana (Spoel et al., 2003; Dong, 2004).

HecMoTpst Ha TO, YTO COTJIaCHO TPATUIIMOHHOW TOYKE 3pEHHUs, Iepeaada
KK/stunen- u CK-curHana SBISIOTCS aHTarOHUCTUYECKUMHU TMPOIECCAMH,
B3aMMOJIEUCTBHE ATUX TOPMOHAIBHBIX CUCTEM B JACHCTBUTEIBHOCTU MPOXOIUT IO
Oonee CIOXXKHOMY CIIEHApUI0, 4YeM TpocTo B3auMHas penpeccus. [lpu

OIPCACICHHBIX KOHICHTpAIUAX T'OPMOHOB KK/>tunen- n CK-3aBUCHMBIN ImyTHu
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MOTYT B3aWMOJIECTBOBaTh W aroHuctudecku (Mur et al., 2006; Koornneef,
Pieterse, 2008; Gutjahr, Paszkowski, 2009). Kpome Toro, B mporiecce maToresesa
MOT'YT MEHATHCS TMPUOPUTETHI MPU BHIOOPE CTPATETUM OTBETHBIX pPEaAKIUH, U
peaKIuu, XapaKTepHbIE IS CHCTEMHOW NPUOOPETCHHOM YCTOWYMBOCTH H
UHIYIIUPYEMOM CUCTEMHON YCTOWYMBOCTH, HE B3aMMHO HCKIIIOYAIOT APYT ApyTra, a
3amycKarTcs nocienoBarenbHo (van Wees et al., 2000). D10, BEposSITHO, CBSI3aHO C
yepeaoBaHueM OMOTpodHON M HEKPOTPOPHON CTaAMM KU3ZHEHHOTO IUKJIA Yy psla
MaTOr€HOB, YTO CIMIOCOOCTBYET BKIIIOUCHHUIO PA3HBIX 3AIIUTHBIX CHUCTEM Ha pa3HBIX
sTanmax B3auMopeiicTBus ¢ mukpoopranusmom (Glazebrook, 2005; Robert-
Seilaniantz et al., 2007; Lopez et al., 2008; Spoel, Dong, 2008).

Takum o6pa3zom, ponp KK u »>TuieHa B pacTUTENbHO-MUKPOOHBIX
B3aUMOJICHCTBUAX SIBISICTCSI MHOTOIJIAHOBOW. DTH (PUTOTOPMOHBI KOOPJIUHUPYIOT
MHO>ECTBO (DU3UOJIOTUUECKUX MPOLECCOB, ONPEACISIONMX JUO0 YCTOMYHUBOCTD,
U060 BOCIPUMMYHUBOCTD PACTCHUI K HHPEKIIMOHHBIM 3a00JICBAHUSIM.

AYKCHHBI

Aykcunbl (magonui-3-ykcycHas kuciota (MYK) u ee ananoru) B pacTeHusix
aKTUBUPYIOT JEJEHWE M PACTSKEHUE KIIETOK, POCTOBBIC JBIWKCHHUS (HACTUH,
TPOIMHU3MBI), OMNPENEIAIOT aNUKaIbHOE JTOMUHHUPOBAHUE, PETYIHUPYIOT MpPOILEcC
muddepeHuUpoBKM TKaHEH B XO0J€ OHTO- M MopdoreHesa, CTUMYIHPYIOT
KopHeoOpa3zoBaHue # (OpPMHpPOBAHUE IUIONOB, O0JAAIOT aTTParupyroluM
cBorictBoM (Mengsenes, [llaposa, 2011).

AYKCUHBI UTPAIOT BAXKHYIO POJIb HE TOJIBKO B PETyJISAIIMU POCTA U Pa3BUTHS
pacTeHUit, HO U MPHU B3aUMOJICHCTBUHU pacTeHU 1 MUKpoOoB. Hanbosiee n3BecTHbIC
MpUMEpPBI, JAEMOHCTPUPYIOIIUE CYIIECTBEHHOE 3HAUYC€HHUE AayKCHH-3aBHCUMBIX
MPOIIECCOB MpH (HOPMUPOBAHUHN PACTUTEIIBHO-MHUKPOOHBIX CHCTEM, CBSI3aHBI C
MUKPOOPTaHU3MaMH, CIIOCOOHBIMH CHHTE3UPOBATH 3TH (UTOTOMOHBI M, TAKUM
oOpa3oM, BIMATH Ha (PU3HOJOTHMYECKHUE MPOIECChl opraHu3Ma XossimHa. K atum
MUKPOOPTaHU3MaM, B TEPBYIO O4Yepellb, OTHOCSATCS OaKTepuHu, HHAYLIHUPYIOIIHE
TUNEPTPOPUIO KIETOK M TKaHEW pPACTeHHUs, YTO CIYXUT MPUUUHOU TOSIBICHUS

OMmyXoJIeW Wi ramwioB: Agrobacterium tumifaciens (Escobar, Dandekar, 2003), P.
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syringae pv. savastanoi (Bari, Jones, 2009), Erwinia herbicola pv. gypsophilae
(Robert-Seilaniantz et al., 2011), Rhodococcus fascians (Benjamins, Scheres,
2008). Onpnako npyrue Oaktepuu (Erwinia chrysanthemi, P. syringae m R.
solonacearum), HECMOTpPS Ha CIIOCOOHOCTH CHHTE3MPOBATh ayKCHH, HE BBI3BIBAIOT
«paszpactanue» TKaHew pactenuii (Beaudoin et al., 2000; Berrocal-Lobo et al.,
2004; Canet et al., 2010). Myranuu B reHax, KOAUPYOIMUX GepMEeHTh OMOCUHTE3a
aykcnHOB, y UYK-nipoayupyonmx MUKpOOPTaHU3MOB BIIMSIOT Ha pOCT OakTepuit
in planta m TPUBOAAT K W3MEHEHUIO XapakTepa WH(MEKIMOHHOTO IMpolecca y
xo3sinHa (Beaudoin et al., 2000).

Nudexuusi, Bb3bIBacMas P. syringae, CcONpsikeHa C  YBEIUYCHHEM
conepxkanust UYK, ¢ WHIyKIMEH SKCIpPECCHH TEHOB, KOAMPYIOMHUX (HEepMEHTHI
OMocuHTE3a ayKCHMHAa W CO CHI)KCHHEM YpPOBHS JIKCIPECCHHM TEeHa pempeccopa
ayKCUH-3aBHUCHUMBIX OTBETOB Yy pacTeHusi-xo3siuHa (O’Donnell et al, 2003a).
KitroueByro poJib B 3TUX TMpolleccax UrpaeT oJIuH U3 (GaKTOpOB BUPYICHTHOCTH P.
syringae — 3¢ddexropHbIii 6enok AvrRpt2, TpaHCOpTHpyeMblil Yepe3 CUCTEMY
cexkpenuu Tperbero tumna (Chen et al., 2007). CxoausiM 00pa3oM (QpyHKIIMOHUPYET
s dexropubiil 6enok AvrBs3 Oaktepun Xanthomonas campestris pv. vesicatoria,
BBI3BIBasi aKkTHBaluio dkcrnpeccud MYK-uHAyIMpyeMbIX T€HOB, YTO TPUBOIUT K
runeprpodun kierok pacrenui (Marois et al., 2002). Penpeccust UYK-3aBucumoit
nepefayd CHUrHajda TPUBOAWT K YCTOWYMBOCTH pacTeHUd Kk P. syringae, a
aKTUBAIIMS — CIIOCOOCTBYET yBEIMUYEHUIO YyBCcTBUTENbHOCTH (Navarro et al., 2000).

Bonpmias dYacTe ayKCMHOB B PAacTEHUSX COACPKHUTCS B HEAKTUBHOM
KOHBIOTHpOBaHHOK ¢opme. I[lporecc KoHBIOTAMM W30BITOYHOTO AayKCHHA C
AMUHOKHCIIOTAMH  OCYIIECTBIsIeTcs  mpu  ydactuu  [AA-amuaocwHTeTas,
koaupyembix renamu GH3 (Staswick et al., 2005). Cepxaskcnpeccust rena GH3-8 y
puca, IPUBOASINAS K YBEIWYCHHIO COJACPKAHHS KOHBIOTHPOBAHHOTO ayKCUHA H
YMEHBIIIEHUIO COICPKAHUS «CBOOOTHOTOY», MHAYLUPYET YCTOMYHMBOCTD PACTCHHH K
OakTepuagIbHOMY OXOTY, BhI3bIBaEMOMY Xanthomonas oryzae pv. oryzae (Ding et
al., 2008). DTOT MHKpPOOpPraHW3M TMpU KOJIOHU3ALMH XO35IMHA HHIYLIUPYET Y

pacTeHus dKcrpeccuio reHoB pepmenToB O6nocuHTe3a UYK u BbI3bIBaeT aykcuH-
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3aBHCHMYIO AaKTHBAIIMIO CHHTE3a OKCHAaHCHHOB — OEJKOB, Pa3phIXJISIONINX
CTPYKTYpy KIETOYHOW CTEHKHM pACTEHHUs, 4YTO CIOCOOCTBYET pPa3BUTHIO
MAaTOT€HHOTO OpranusMma in planta. Y ycTOWYMBBIX MYyTaHTHbIX 1o reHy GH3-8
pacTeHui, BCIEICTBHE HHU3KOTO COAEp)KaHHUA HeKoHbiormpoBaHHOW WYK,
CHIDKAETCSl IKCIIPECCHsI TEHOB OJKCIIAHCHHOB, YTO YTHETAaeT pa3BUTHE IaTOTCHA
(Ding et al., 2008).

B monb3y HEraTMBHOTO BIHMSHHUS AayKCHHOB Ha YCTOMYMBOCTH pPacTEHUH
TaKXKE CBHUJCTEILCTBYET TO, YTO OK30T€HHOE BHECEHHE JTHX TOPMOHOB
CTUMYJIHPYET pa3BUTHE psna 3a00JeBaHUiA, BBI3BIBAEMBIX Agrobacterium
tumefaciens (Yamada, 1993), Pseudomonas savastanoi (Yamada, 1993) u P.
syringae (Navarro et al., 2006; Chen et al.,. 2007; Wang et al., 2007). Takum
o0pa3oM, OOJBIIMHCTBO M3 OIUCAaHHBIX HA CETOAHAIIHUN JeHb MPUMEPOB
JIE€MOHCTPUPYET, YTO aYKCUHBI H/WIIN ayKCUH-3aBUCUMBIE TIPOIIECCHI CITOCOOCTBYIOT
CHIDKEHUIO YCTOWYMBOCTHM pPAacTeHHWH K WH(MEKIMOHHBIM 3a00JIeBaHUAM, a
penpeccusi ayKCHH-0MOCPETYEMBIX OTBETHBIX PEaKIIUi YBEIHUNBACT YCTOWIHBOCTD
pacTeHnii Kk OMoTHYecKUM cTpeccopam. OJHAKO Ha TPUMEpPE psiia TMaTOCUCTEM,
BKJTIOYAIOIMNX HEKpoTpodHbIe TpuOHl (Plectosphaerella cucumerina, Botrytis
cinerea), TIOKa3aHO, YTO AaKTHBAIMS AyKCHH-3aBHCHMBIX PEaKIUid TPHUBOAUT K
YCTOMYMBOCTH pAcCTeHW K STUM maTtoreHam. [Ipm sToM caMu TaTOTeHBI TpH
KOJIOHM3AIIUU PACTCHHUU CIIOCOOCTBYIOT CHMKCHHIO YPOBHS JKCIIPECCHH ayKCHH-
3aBUCUMBIX T'€HOB Yy XO35iMHA, Jienas ero 6onee BocnpuumunBbeiM (Llorente ef al.,
2008). Takum 00pa3oM, OIKCAaHHBIE JaHHBIE CBUIETEIBCTBYIOT O TOM, YTO
MOJYIIALNS ayKCHH-3aBUCUMOW TOPMOHAIBHOW CHCTEMBI SIBISICTCS Ba)KHOU
COCTaBJISIONICH, JIETEPMHUHHUPYIOMICH XapaKTep B3aWMMOACHCTBHsS MATOTEHOB U
pacTeHui.

U TOKMHUHBI

[IUTOKMHUHBI B PACTCHUAX KOHTPOJHMPYIOT TaKHe MPOIECCH KakK JeIeHUE U
audGepeHIUPOBKa KIIETOK, BBIXOJ CEMSH M3 COCTOSHHUS TOKOs, (hOpMHUPOBaHHE
3apojiplllia, MPOOYXKACHWE TMAa3ylIHBIX TMOYeK TpH JeKAMUTAIUH, 3a7epiKKa

MPOLIECCOB CTapEHUs, OHTOTE€HE3 TUIaCTHI, OPMUPOBAHHUE KIIYOHEH U UX BBIXOJ U3
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COCTOSIHUSL TIOKOSI, POCT M BETBJICHHE KOpHEH. Kpome Toro, 3Tu (UTOTOPMOHBI
MpeoTBpaIlaloT pacnaj xjopoduiia, 001analT aTTparupyomuM 3GpHEeKToM, To
€CTh IMOBBIIIAIOT CIIOCOOHOCTH KJIIETOK aKKyMYJHPOBaTh NMUTATEIbHBIC BEIIESCTBA 3a
CYeT MX TPAHCIOpTa M3 APYTMX TKaHEH, U OMPEICIAIOT apXUTCKTOHUKY PACTCHUS
(Muller, Sheen, 2007; Mensenes, [llaposa 2011).

[TomumMo  pacTeHWH, HEKOTOpPbIe OakTepuu W  TPUOBI  CIOCOOHBI
MPOAYLUPOBATh MUTOKUHUHEKL. B coctaBe Ti-mumazmuasl Agrobacterium tumefaciens
umeetrcss TeH [PT, HeoOXOoauMbIM JJisi CHUHTE3a IIMTOKMHUHOB. B mporecce
UH(EKIMU 3TOT TE€H, HapsAay C JAPYTMMH, BCTPAWBaeTCI B TGHOM XO35MHA, B
pe3yJIbTaTe 4Yero MHIYIUPYETCS CHUHTE3 IMMTOKMHHHOB, aKTHBHPYIOUIUX IPOIECC
onkorenesa (Sakakibara ef al., 2006). Y Rhodococcus fascians oOHapyKeHbI T€HbI
dbepMeHTOB OMocuHTe3a NUTOKMHUHOB (Bari, Jones, 2009). Takxe mokazaHo, 4TO
ATOT MHUKPOOPTAHMU3M B TIpoIlecce MHPEKIINK BIMSICT Ha METa0O0JNU3M ITUTOKHHUHOB
y pacrenuit (Depuydt et al., 2008). Psa Ouorpodusix rpubdos (Cladosporium
fulvum, Pyrenopeziza brassicae, Venturia inaequalis) poaylUpyIOT TATOKUHUHBI
(Dorffling et al., 1984; Walters, McRoberts, 2006). IIpu undumupoBanuu 3TUMU
MaTOreHaMH, B  PAcCTCHUAX  MHAYIHUPYIOTCA  TPOLECCHl  JICJEHUS U
nudGepeHIIUPOBKU KIETOK X03IHHA. [[UTOKMHUHBI 00OHAPYKEHBI B KYJIbTYpPaIbHBIX
KHUAKOCTSIX KIYOCHBKOBBIX OakTepuil pona Rhizobium, KoTOopble 1O Bcei
BEPOSITHOCTH, UTPAIOT BAXKHYIO POJIb B MHAYKIIMH JCJICHHUS KJIECTOK KOPHI KOPHS B
nporiecce popmupoBanus ki1yoenbkoB (Mensezes, [llaposa, 2011).

[[UTOKMHUHBI WUTPAOT BAXKHYIO POJIb B Pa3BUTHU «KUJIBI» — 3a00JICBaHUS,
BbI3bIBaeMOTO Plasmodiophora brassicae (Siemens et al., 2006). Ilpu sTOM
MIPOUCXOJIUT CHIDKEHHWE YPOBHS OKCIPECCHUU TEHOB, KOAMPYIONIUX (EPMEHTHI
JeTpagalui MUTOKWHUHOB, U YBEJIUYCHUE YPOBHS JKCIPECCHH T'€HOB PEIEIITOPOB
IIUTOKUHUHOB. Kpome Toro, CBEpXdKCIpecCHus MMTOKUHUH OKCHJIa3bl CIIOCOOCTBYET
YCTOMYMBOCTU PACTeHUI pe3yxoBUIku K Plasmodiophora brassicae (Siemens et
al., 2006). M3BecTHO TakXe, YTO IUTOKUHHWHBI, a TaKKe€ AyKCUH TOJABIISIOT
peakiuio cBepxuyBcTBUTeNbHOCTU (Robinette, Matthysse, 1990; Murphy et al.,

1997). Takum 00pa3oM, LUTOKUHMHBI KOOPJIHWHUPYIOT HE TOJBKO MPOIIECCHI,
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CBS3aHHBIE C POCTOM M Pa3BUTUEM pPACTEHUH, HO M OMNPEACISIIOT HEKOTOpPbIE
aCIeKThl B3aUMOJICHCTBUS PACTEHUN C MUKPOOPTaHU3MaMHU.

I'n66epennHbI

['u60epenuHebl — (bUTOrOPMOHBI JIUTEPIICHOUTHOM TIPUPO/IBI,
KOHTPOJUPYIOIIUE TMPOLECChl JCNEeHHUS W PACTSIKEHUs KIETOK, I[BETCHUS,
IUATHOJSIUU TIPOPOCTKOB, OOpa3oBaHUsi W TIpopacTaHUs KiIyOHEW, yIJIUHEHUs
cTebseid (B TOM uMcCle TNpU 3aTeMHEHUM), aerepmuHanuu nosa (Measenes,
[ITapoBa, 2011). 'uG6epeIIUHBI ABJISIOTCS HE TOJIBKO PETYJISITOPAMHU IPOIECCOB
pocTa M pa3BUTHs PacCTEHUM, HO U ONPEAENSIIOT YCTONYMBOCTH/BOCIPUUMYUBOCTD
pacTeHuil K MHPEKUUOHHBIM 3a00J€BaHUAM. DTH (PUTOTOPMOHBI MPOAYLHUPYIOTCS
HEKOTOPbIMU OaKTepusMH U rpudaMu M, MO3TOMY, HHOTJIAa PACCMaTPUBAIOTCS KaK
dakTopsl, obecrneurBaronIe B3aUMOJECHCTBUE MHKPOOPTaHU3MOB C PACTCHHUSIMU
(MacMillan, 2001). UutepecHo, 4To BrHepBble TMOOEPEITMHBI ObUTH OOHAPYKEHbI
HE y pacTeHuii, a y ¢uronatorennoro rpubda Gibberella fujikuroi, BbI3pIBaONIErO
MaTOJIOTUYECKOE BBITATUBAaHUE MPOpOCcTKOB puca (Kurosawa, 1926).

benku DELLA, yuacTBylomue B mepeaadye ruOOEpeUIMHOBOIO CHUTHAa,
BIUSIOT Ha (DYHKIMOHHUPOBAHUE KACMOHAT- M CAJIUIMIAT-3aBUCUMOTO MyTEH, YTO
CKa3bIBa€TCSI Ha OCOOEHHOCTSAX 3alMTHOTO OTBETa PACTEHHH HAa OUOTHYECKHUE
ctpeccoBeie hakTopsl (Navarro et al., 2008). ¥ myrantoB o renam DELLA nocne
uHpunupoBanus P. syringae ypoBeHb 3Kkcnpeccuu reHoB PR-1 u PR-2 (mapkepos
calMiuiaT-3aBUCUMOro myTH) Bbime, a reHa PDF1.2 (mapkepa jxacMoHAat-
3aBUCUMOrO IyTH) HHM)KE€ MO CPaBHEHHUIO C pacTeHHsiMu aukoro tuma. Ilo Bcei
BEPOSITHOCTH, JTO  Ompenenser 4yBCTBUTENbHOCTH DELLA-mMyTaHTOB K
HekpoTpodHbIM TatoreHaM (A. brassicicola w B. cinerea) U yCTOMYMBOCTH K
ouorpodusiM (P. syringae u Hyaloperonospora arabidopsidis) (Navarro et al.,
2008). MyTaHThl, Y KOTOpBIX YpoBeHb 3kcnpeccun DELLA moBslilieH, HA000poT,
Oonee ycToiuuBbl K A. brassicicola u 6onee yyBCTBUTENBHBI K P. syringae. Kpome
TOTO, OJK30reHHass oOpaboTka rHOOepe/NIMHAMUA TPUBOAUT K  YBEIUUYECHUIO

YCTOWYUBOCTH K P. syringae u 4yBCTBUTENBHOCTH K A. brassicicola (Navarro et al.,

2008).
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Bnusinue GenxkoB DELLA Ha pacTUTeNnbHO-MUKPOOHBIE B3aUMOJACHCTBUS
MOeT ObITh onocpenoBaHo Takke ADK. V MyTaHTOB pe3yXOBUAKHU 10 T€HAM ATHX
O€JIKOB TPOUCXOAUI0 OoJiee BbIpaKeHHOE MoBbIIeHHe ypoBHA ADK mnocne
uHuuupoBanuss Erwinia amylovora, a 53KCIpEecCUsi TE€HOB, KOJUPYIOIINX
bepmenTsl nerokcukanun AQ®K, Obula CHHMXKEHAa MO CPAaBHEHHUIO C PACTCHHUSIMU
nukoro tuna (Achard et al., 2006, 2008).

['uO0epeyiuHbl  ABIAIOTCS TAaKXKE PEryasaTopaMH CHUHTE3a (DYHTHIUIHBIX
COCIMHEHUNH. Y MYTAaHTHBIX pACTEHUN, XapaKTEPHU3YIOIIUXCS MOBBIILIEHHBIM
coliepKaHeM THOOEpeIsIMHOB, YBEITMUMBAETCS YPOBEHb 3Kcnpeccuu reHa PBZ1,
KOTOpBI KOAMpYeT OenoK, o0nanammuil (QyHruuuAHBIME CBOWCTBAMHU. ITO
MOBBIIIAET MX YCTOMYMBOCTH K TIpuOHOMY (Quronaroreny Magnaporthe grisea
(Tanaka et al., 2006). Bce 3T0 cBHIETEIBCTBYET O BAXKHOU pOJIM THOOEPEITUHOB B
3alUTHBIX PeakUUsaX IPOTUB MATOI€HOB.

AOcumM30Basi KHCJI0TA

Ab6cimzoBas kucnora (ABK) B pacTeHusx peryinupyeT noKoi ceMsiH U ToYeK,
MPOLIECCHl PAaHHUX JTaloOB OHTOreHe3a (pa3BUTHE CEMSIH U MPOPOCTKOB), BOAHBIN
PEXHUM, ABUKEHUE 3aMBIKAIOIIUX KIETOK YCThUII, POCTOBBIE TIpolecchl. OCHOBHYIO
poiib ABK 00BIYHO CBSI3BIBAIOT C KOOPJAMHHUPOBAHUEM OTBETHBIX peaklHuil Ha
abumoTHdeckue cTpeccophl (3acyxa, 3aconienune) (Wasilewska et al, 2008;
Mengenes, IllapoBa, 2011). OgHako B mocieaHee BpeMsi aKTUBHO OOCYKIaeTcs
ydyacThe JTOro (QUTOropMoHa M B (OPMUPOBAHMHM PACTUTEIBHO-MHKPOOHBIX
natocucreM. boibmmHCTBO aBTOpOoB mosaraer, uto ABK sBisercs HeratuBHBIM
PETYJISITOPOM YCTOMUYUBOCTH pacTeHHil K MHPEKIMOHHBIM 3a0oneBaHusiM (Mauch-
Mani, Mauch, 2005; Mohr, Cahill, 2007; de Torres-Zabala et al., 2007; Adie et al.,
20070).

brnokupoBka ABK-3aBucumoii nepenaun curnana y AbBK-HedyBCTBUTENBHBIX
pacTeHuil WK y MYTaHTOB 110 reHam OuocuHTe3a ABK yBennunBaeT ycTOMYHUBOCTD
X0351€B K psily TATOT€HOB 10 CPAaBHEHHUIO C pacTeHUsIMU JuKkoro tumna (Audenaert et
al., 2002; Thaler, Bostock, 2004; Achuo et al., 2006; de Torres-Zabala et al., 2007,

Asselbergh et al., 2008). Dx3orenHas oo6pabotrka ABK, Ha060poT, moBbIIIAET
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qyBCTBUTEIBHOCTh PACTCHHI PE3yXOBHUIKHU U puca K P. syringae u Magnaporthe
grisea, cootrBeTcTBeHHO (Koga et al., 2004; de Torres-Zabala et al., 2007).

OpHoit w3 mnpuunH ycToWunBoCcTH ABK-fedeKkTHBIX (QEHOTHIIOB K
WHQEKIIMOHHBIM ~ 3a00JICBaHUSAM  SIBISICTCS ~ HAJIWYUE  HEpPapXuM  CTpecc-
WHIYIHPYEMBIX 3alUTHBIX peakiuil. I[IpuopuTeT mpw 3TOM HMEIOT OTBETHBIC
peakuu Ha aOMOTeHHBIE CTpeccophl, KoTopble uHayrupytorcs ABK. Takum
00pa3oM, MpH TMOBBIIICHUN KOHIIEHTPAIIMHA 3TOTO TOPMOHA, OTBETHBIC PEaKIUU Ha
OMOTEHHBIE CTPECCOPHI, OMOCpEeaAyeMble, B TEPBYIO OYEpeIb, CATUIMIOBOH U
KACMOHOBOHM KucioTaMu, penpeccupyrotcs (Robert-Seilaniantz et al., 2007). s
MYTaHTOB TI0 TeHaMm QepMeHToB OnocuHTe3a ABK xapakTepHa CBepXdKCHpeccus
ATHJICH/’KaCMOHAT-HHIYIIUPYEMbIX TeHOB. O0paboTka pacTenmii sk3oreHHONH ABK,
HAao00OpOT, penpeccupyeT TpaHCKpUNiuioo 3Tux reHoB (Truman et al., 2007; de
Torres-Zabala et al., 2007; Navarro et al., 2008). Kpome Toro, yBenudeHue
conepxkanusi ABK B pacTeHumsx B mporecce WHPEKIUH MOXET PEerpeccHpoBaTh
canuuuinar-zaBucumbii - nmyte  (de  Torres  Zabala et al, 2007).
[TponemoncTpupoBano, uro ABK mopaBmsier pa3BuTHe CcanuIuiIaT-3aBUCHMOU
CUCTEMHOM TPHOOPETEHHOW YCTOMYMBOCTH pacTeHU B XoJe HH(EKINH,
BbI3BaHHOM P. syringae.

Ente ouH BO3MOXKHBIM MEXaHU3M CHI)KCHHUS YCTOWYMBOCTH PACTCHUU T10JT
BausiHueM ABK cBs3aH ¢ MojaBiIeHHEM SKCIPECCHH 3alTUTHBIX TCHOB XO35SMHA, B
ToM ymucie deHmwtanannH-ammuak-iassl (OAJI) (Ward et al., 1989; McDonald,
Cahill, 1999; Audenaert et al., 2002). OT0T PepMeHT SABIAETCS KIFOYEBBHIM 3BEHOM
B MeTrabonuueckodl 1ienmu OWOCHHTE3a (EHWINPONAHOWIOB, B TOM YHUCIE,
(GUTOAICKCUHOB,  (PUTOAHTHIMITMHOB.  VHQUIIMpOBaHWE  pAacCTCHUH  COH
aBUPYJICHTHBIM IITaMMOM Phytophtora sojae TpUBOIWIO K HMHIYKIIUU aKTUBHOCTHU
®AJI uepe3 deThIpe vaca mocie MHPUIMpOBaHus, a 3k3oreHHas ABK momasmsina
aKTUBHOCTH 3TOTr0 (hepMeHTa. B TO ke Bpems, MHOUIMPOBAHUE BHPYJICHTHBIM

mrTaMmmMoM P. sojae He npuBoawio K uHAykiuu aktuBHoctd PAJI (McDonald,

Cahill 1999).
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HecmoTps Ha TpaauIMOHHYIO TOUKY 3peHHs 0 HeraTuBHOM BiusiHuu ABK Ha
YCTOMYMBOCTh PACTEHUH K OMOTHYECKHM CTPECCOBBIM (hakTOpam, B IIEJIOM psijie
pabor mokazaHo, uto oOpaboTka ABK, HaoOopoT, ompenensieT yCTOMYHMBOCTH
pacTeHHil K psaay natoreHoB: P. syringae pv. tomato (Melotto et al., 20006),
Alternaria brassicicola w P. cucumerina (Ton, Mauch-Mani, 2004), R.
solanacearum (Hernandez-Blanco et al., 2007). MyTaHTbl, HE CHHTE3UpYIOILIUE
ABK, okazanuce Oosiee 4yBCTBUTENIBbHBIMH K WH(EKIUHU, BBI3BAHHON TPUOHBIMU
naroreHamu A. brassicicola, Pythium irregulare (Adie et al, 20076) wu
Leptosphaeria maculans (Kaliff et al., 2007).

CymiecTByeT psi MPeanoloKeHud OTHOCUTENbHO poiu ABK B 3amuTHBIX
peakusax  pacTeHus-xo3suHa. Bo-mepBeix, ABK wMoxer uHAynmpoBaTth
YCTOMYMBOCTh, criocoOCTBYsl cuHTe3y Kayo3bl (Flors et al., 2008). Kamnoza —
CBOETO POJIa «IOKAPHBIN MOJMCcCaXapua, 00pa3yIOMHAcS PHU MOPAHEHUHU KIIETOK,
a Takke Tpu (HOPMUPOBAHMU CPEAUHHOW TIACTHHKH B XOJE JCICHUS KIIETOK
(IopmikoBa, 2007). Cuuraercs, 4YTO o0O0pa3oBaHHE JTOro TMoOJIKCaxapuja
OTPaHUYMBACT PACHpPOCTpaHEHHWE WHQPEKIMOHHBIX AareHToB, U, 3a4acTylo,
YCTOMYMBOCTh PACTEHUH KOPPENHPYET ¢ WHTEHCHBHOCTHIO OMOCHHTE3a KaJIO3BI.
[Tokazano, uto ABK oka3bIBaeT MoJI0KUTEIHFHOE BIMSIHNE HA HAKOTUICHUE KAJIJIO3BI
nocye uHduiupoBanus rpudHbIMU maToreHamu (Ton, Mauch-Mani, 2004; Kaliff et
al., 2007; Flors et al., 2008; Iriti, Faoro, 2008). ITomumo storo, ABK moxeTt
WHAYIIUPOBaTh HM3MEHEHHsI B CTPYKType TOJHCAaXapHI0B KIETOYHOW CTEHKH, a
TaKXKE YBEIWYMBATH TUIOTHOCTh KYTHKYJBI, YTO CKa3bIBACTCSI HA YCTOMYHUBOCTH
pacteHuii u nHGEKIMOHHbIM 3a0oeBanusM (Curvers et al., 2010).

OmanM u3 HamOoJlee M3BECTHHIX (PH3MOJOTHYECKUX OTBETOB PACTCHHU Ha
ABK sBisieTcst 3akpbpiBaHHe YCTHHIL. [[1s1 MHOTMX MaTOT€HOB yCTHUIIA SIBISIOTCS
«BOpPOTAMU» JJIi TIPOHHKHOBEHHsI B oOpranm3Mm xo3suHa. Ilostomy ABK-
WHAYIIUPYEMOE 3aKPhIBAHUE YCTHUI] MOXKET SBISATHCS KOMIIOHEHTOM YCTOWYHMBOCTH
pacTeHuid, 4To OBUIO NPOJEMOHCTPUPOBAHO Ha mpumepe P. syringae pv. tomato

(Melotto et al., 20006).
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M3BecTHO, dYTO HEKOTOphIe (PUTONMATOTEHHBIE OpPTraHU3MBI, a TaKXKe
MUKOpPU3HBIE U campoPUTHBIE TpUOBI criocoOHb! cuHTe3npoBaTh ABK mmm ABK-
nofoOHbIE BemeCcTBa MW, TakuM o00pa3oM, MOAYJIHPOBATH (U3HOIOTHUECKHE
MpoLecChl B OpraHu3Me pacTeHus-xo3sauHa (Assante et al. 1977; Dorffling et al.
1984; Kettner, Dorffling, 1995; Cutler, Krochko, 1999; Jiang et al., 2010). beuio
noka3ano, uTo ABK mMoeT akkymymnupoBaThcs B Tudax u KoHUIusIX Magnaporthe
grisea. Kpome TOro, 3TOT pacTUTEIBHBII TOPMOH OBLT BBISBICH B KYJIbTYpaJIbHON
KHUJIKOCTH JTaHHOTO (PUTOMATOTeHAa, YTO CBHUJICTEILCTBYET O CEKPEIHH TPUOHOM
ABK (Jiang et al, 2010). U3BecTHO Takxke, 4To CUMOMOTHYECKass Oakrepus
Azospirillum brasilense cuntesupyet ABK in vitro (Cohen et al., 2008).

Takum 00pazom, Ha OCHOBaHWU HH(OPMAINH, TPUBEACHHON B HACTOSIIEM
nojpaszenie, MOXHO CJenaTh TpH 3akioueHus. Bo-mepBhIX, 0cOOEHHOCTH
(GYHKIIMOHUPOBAHHUS TOPMOHAIBHBIX CHUCTEM PACTEHHH BO MHOTOM OIPEACTSIOT
CTpATEeTUIO MX B3aMMOACHCTBHSI C OaKTepusiMU. BO-BTOPBIX, PO OTAETHHO B3STHIX
TOPMOHATBHBIX CUCTEM B JACTCPMUHHPOBAHUM OCOOCHHOCTEH B3aWMOIEHCTBUS
pacTeHWid ¥ MHUKPOOPTaHW3MOB AYaJIHCTHUYHA: OAHM U T€ KE CHUCTEMBI MOTYT
OTIPENETSATh U BOCTIPUUMYHBOCTh, U YCTOWYMBOCTh PACTCHHU B 3aBUCHMOCTH OT
BUJIOBOM MPUHAJIC)KHOCTH TATOT€HA M XO3sIMHA, a TaKKe BHEIIHUX yciaoBwid. U, B-
TPETBUX, OCOOYI0 BaKHOCTH TPEACTABIAECT HW3BECTHOE OOCTOATEIHCTBO, UTO
OTJENIbHbIE TOPMOHAJIBHBIE CETH pabOTalOT B paMKaX €IMHON CUTHAIbHOW CETH.
[TosToMy M3MeHeHUsI B paboTe OJHUX TOPMOHAIBHBIX CHCTEM MOTYT NMPUBOAUTH K
r1o0ambHBIM TOPMOHANBHBIM TEPECTPOKaM, YTO, B CBOIO OdYepelb, MOXKET
OTIOCPEIOBAHHO CITY’KHTh MPEIMOCHUTKON JJIs1 JOPMUPOBAHUS TTATOCUCTEMBI.

CnemaHHble 3aKIIOYCHHS MOXKHO TIPOJEMOHCTPUPOBATH Ha MpHUMEPE
B3aMMOJACHCTBUS Agrobacterium tumifaciens ¢ pacTeHUsIMH. XOTS dTa CHCTEMa
XOpOIIIO HW3Yy4YeHa, MHOTHE AacleKThl €€ (YHKIIMOHWPOBAHUSA YKa3bIBalOT Ha
CIIO)KHBI W elle He J0 KOHIA TMOHITHBIA MEXaHW3M JaHHOTO PacTHTEIhHO-
MHUKPOOHOTO B3aUMOICHCTBUSI.

W3BectHO, 4TO A. tumifaciens WHTETpUpPyeT B TEHOM XO35SWHA TEHBI

Q)CPMCHTOB OMOCHHTE3a AYKCMHAa W TUTOKMHHUHA. B pPE3yabTaTe HWHAYKIHUU
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OKCIPECCUU ITUX T€HOB MPOUCXOTUT aKTHBAIMS JICICHUS PACTUTEIBHBIX KIETOK U
ux runeptpodus. CieacTBUeM 3TOTO SBISIETCS (HOPMUPOBAHUE OMyXOJu (raja).
OTO0 HOBOOOpa3OBaHWE TPEACTABISAET COOOM COBOKYITHOCTh T'€HETHUYECKU
MOIU(HUIIMPOBAHHBIX KJIETOK, MPOAYIUPYIOIIUX MHUTATENbHBIA CyOCcTpaT s
arpobakrepuii — MoauduULIUpoBaHHbIE aMUHOKUCIOTH onuHbl (Hiei et al., 1997;
Escobar, Dandekar, 2003). CnemoBareibHO, MJisI YCHEUIHOTO MPOXOXKICHUS
’KU3HEHHOTO IMKJIa OakTepuii HeOOXOIMMO HE MPOCTO 0OpazoBaHHWE Tajlia, a ero
«paBWIbHOE»  (YHKIMOHMPOBAHHWE,  CONPSDKEHHOE  C  WHTCHCHUBHBIMH
MEeTabOTMYECKUMU TIPOIIECCAMH.

[TonnepxaHue aKTUBHOTO OOMEHa BEUIECTB B Tajule MOXKET OBITh CHIIBHO
3aTpyJHEHO BCJEICTBHE OTCYTCTBHSI Yy TaKOM CTPYKTYpPHl TOJHOIICHHBIX
MOKPOBHBIX TKAaHEW W KYTUKYJBI, YTO MOXET MPHUBOAUTH K YpPEe3MEPHOMY
HCTIAPEHUIO0 BOJBI M OTMUPAHHMIO TKaHed ramia. OQHAKO MOKa3aHbl MEXaHW3MBI,
KOTOpble HeWTpanusyror 3Ty npobiemy (Efetova et al., 2007). Oka3zanoch, 4TO
oOpa3oBaHHMe Tajula COMNPSDKEHO C YBEIMYCHHEM COJEp)KaHUS HE TOJBKO
[IUTOKWHUHOB W aykcWHOB, HO U ABK. Ilocrmennss, B CBOO odepeip, HHIYIHPYET
OnocuHTEe3 CcyOepuHa, MPEMATCTBYIOMIETO HW30BITOYHOMY HCHAPEHUIO0 BJIard,
HAKOTUICHHE OCMOTHYECKH aKTHUBHBIX COCIUHEHH, YTO CIOCOOCTBYeT Ooiee
WHTCHCUBHOMY TPAHCTIOPTY BOJBI B HampaBlIeHUH omyxoiu. [Ipu 3ToM akTuBanus
ouocunteza ABK mpoucxoaut He B caMOM Traijie, a B JIHCTBAX, OTKyJa J3TOT
(UTOTOPMOH TPAHCIIOPTUPYETCS MO COCYIAUCTONH cucteme. B cBOo ouepens,
uHTeHCcUBHAs npoaykius ABK B MHCThAX MHIyIHUpyeTCs BCIEACTBUE YBEIUUCHUS
COJIEpKaHUs ATUIICHA B TajliaX, 9TO MPOUCXOANT HM3-32 MOBBIIICHUS KOHIICHTPAIIUN
aykcuna (Efetova et al., 2007).

Kpome Toro, HopmanbHOe (YHKIIMOHHPOBAHHWE ramia HE OBLIO OBl
BO3MOJKHBIM, €CIT ObI OH COCTOSJT MCKJIIOUHUTEIHHO U3 HeaudPepeHIInpPOBaHHBIX
KJIETOK, HE CHOCOOHBIX BBHIMONHATh MPOBOMASIIYI0O W OMNOPHYIO (QYHKIIHH.
Oxa3zanoch, 4To Tmpolecc 00pa3oBaHMs TaJUIOB BKIIOYAET HE TOJIBKO TUIIEPTPOPHIO,
HO W JuhdepeHIMpPOBKY KIETOK, YTO CONPSHKEHO C HEOBACKYISIpU3aIHe

PACTUTCIbHBIX TKaHeu (HOBOO6pa30BaHI/ICM COCYAUCTBIX quKOB) u
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dbopmupoBanueM BoJOKOH (Aloni et al., 1995). He BbI3bIBa€T COMHEHHUM, 4YTO
clnoxHeHmmi  npornecc aUGPEpEHIUPOBKM  KIETOK, B TOM 4YHUCJIEC TPH
bopMHpOBAaHUK  TaJIOB, TpeOyeT CTPOro  JCTCPMUHHUPOBAHHOW  padOTHI
TOPMOHAIBHBIX CHCTEM, OCOOCHHOCTH KOTOPOH TTOKa OCTAIOTCS HEU3BECTHBIMH.
BaxHO OTMETHTB, YTO arpoOaKTepUu KaK «IOJb30BATEIIN» TOPMOHAIBHBIX
CHUCTEM XO3SHMHAa HE SIBIIAIOTCS YHHUKAJIBHBIMH MHUKpoopraHu3mMamu. CyiecTByeT
MHOTO TMPUMEPOB, YKa3bIBAIOIIHUX JIMOO Ha CYIIECTBCHHOC 3HAYCHUE MOMYJISAIIUU
pabOThl TOPMOHAJIBHBIX CUCTEM TIPH PA3JIMYHBIX OaKTCPHATBHBIX HHPEKIHUIX, TH00
Ha BO3MOXKHOCTb BOCIHPUATHSA («IOJCITYIINBAHKS») OSHIOTCHHBIX CHUTHAJIOB
Mukpoopranuzmamu (Mathesius et al., 2003; Liu, Nester, 2006; Robert-Seilaniantz
et al., 2007; von Rad et al., 2008; Bari, Jones, 2009; Cao, ef al., 2011; Kulkarni et
al., 2013). B cBs3u ¢ 3TUM, MOHUTOPUHI «COCTOSIHUS» TOPMOHAJBHBIX CHUCTEM
pacTeHUl TpH pPa3BUTUU OAKTEPHUO30B MPEICTABISACTCS aKTyaJdbHOH 00JaCThIO
WCCJICIOBAaHMM, CIIOCOOHOW TPEIOCTaBUTh IICHHYI0 HMH(DOpMAaIHI0 0 MeXaHHU3MaX

B3aMMOJIEUCTBHS PaCTEHUN U OaKTEpHil.

1.4. PacTuTE/IbHO-MHUKPOOHBIE NATOCHCTEMbI, BKIKYAIOIINE NPEeACTABUTEICH
pona Pectobacterium

[IpencraButenu poga Pectobacterium BKIIOUEHBI B CIHCOK JECSATH CaMbIX
BpPEIOHOCHBIX  (uromatoreHoB. Ilorepu  ypokas, HAHOCHMBIE  JTUMH
MUKpPOOpPraHU3MaMH, MOTYT cOCTaBIsATh 10 60 % ot obuiero ypoxkas (Mansfield et
al., 2012). Panee mnexroOakTepuu ¢ IENbIA psIA  JIPYyruX (PUTOMATONEHHBIX
suTepoOakTepuit (Pantoea, Dickeya) npuHamiexand K eauHomy poay Erwinia.
OpmHako pa3BUTHE METOJOB MOJICKYJSPHOW (WIOTCHHUM TPUBEIO K pPa3AelcHHUIO
(OPBUHHUN» Ha HECKOJIbKO OTIeNbHbIX ponoB (Mansfield et al, 2012).
[lextobaktepuun u Jlukew BBIAETICHBI B OTACTBHYIO TPYIIY JHTEPOOAKTEPHIA,
BBI3BIBAIOIIUX «MSTKHWE THWIN» Yy pacteHuit («Soft-rot Enterobacteriaceae»)
(Charkowski et al., 2012). Cumntombl 3a00JIeBaHWUN, BBI3BIBAEMBIX JTUMU

I1aTOrc¢HaMHu, OOBIYHO CBS3aHBI C O6IHI/IpHBIMI/I HCKpO3aMHU H Mauepaunel}’l
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MapeHXUMHbIX TKaHeH. [Ipu 3ToM MOryT mopaxkarbcsi Kak pacTE€HHUs B IOJEBBIX
YCIIOBUSX, TaK ¥ oBoOLIM U GpyKThI 1pu Xxpanenuu (I"opienko u ap., 1981).

TunuunabiM 3a007€BaHUEM, BbI3BIBaEMBIM Pectobacterium atrosepticum,
ABIIAETCS «4epHAash HOXKa» y pacTeHUM KapTodelss, KOTOpOoe XapaKTepuzyercs
HEKpO30M TKaHEH B HWXKHEH Haa3eMHOW yactu mnoOeroB. OJIHAKO CUMIITOMBI,
BbI3bIBA€MbIE ~ O3THUM  NAaTOT€HOM,  MOTYT  OTJIMYaThCsl  CYIIECTBEHHOU
BapuabenbHOCThI0. [loMUMO «uepHOU HOXKU» P. atrosepticum MOXET SIBISATHCA
NPUYMHON YBSIAHUS M XJIOPO30B, TMPOSBISIOIIMXCS B pPa3HOM CTENEHU B
3aBUCUMOCTH OT YYBCTBUTEIBLHOCTH OIpPEICICHHBIX COPTOB PACTEHHI U YCIOBUM
OKpY>Karolel cpenbl (B IEPBYIO 04Yepe/ib BIAKHOCTU U TemnepaTypsl) (Bain et al.,
1990; Helias et al., 2000; Perombelon, 2002).

OCHOBHBIM pe3epByapoM MeKTOOAaKTepuil cuurtaercs mnousa (soil-borne
pathogens), Tie MUKPOOPTaHU3MbI COXPAHSAIOTCS KaK B «CBOOOJHOM» COCTOSIHHH,
TaK ¥ Ha pacTUTeIbHBbIX ocTaTKax (de Haan ef al., 2008; Terta et al., 2010; Thomas
et al., 2011). OpHako, TakXe HM3BECTHO, YTO 3TH MHUKPOOPTaHU3MBI MOTYT
pacIpoCTpaHsIThCA  MOCPEACTBOM CEMEHHOI0  MaTepHalla, COXpaHssCh Ha
MMOBEPXHOCTH KJIyOHEH B HEaKTUBHOM cocTosiHuM (Salmond, 1994; van der Wolf, de
Boer, 2007; Perombelon, van der Wolf, 2002). IloaToMy mNpOU3BOACTBO
KaueCTBEHHOI'0 IMOCEBHOTO HE3apaKEHHOTO MaTepualia sBIAETCS OJHOM U3
CTpaTeruii KOHTPOJIs 3a00JIEBaHM, BHI3bIBAEMBIX BO30YIUTEISIMU MATKUX THUJIEH.
OpHako »TO SBJISETCS HENPOCTOW  3ajayeil, TMOCKOJIbKY 3a4acTyi Ha
KOHTAMUHUPOBAHHBIX KIYOHSIX HE BBISABISIOTCS CHUMIITOMBI 3a0o0JieBaHUs, a
OakTepuH B MOCaAOYHOM MaTepHalie MOT'yT HaXOAUTHCS B MOKOSIIEMCSI COCTOSIHUM,
YTO 3aTPYyIHSET CBOEBPEMEHHYIO TUarHOCTUKY (van der Merwe et al., 2010).

Cuuraercsi, 4YTO pa3BUTHE WHQPEKIMOHHOIO TMpoIlecca, BbI3LIBAEMOTO
NEeKTOOaKTEePUSIMU, HAUMHAETCS C Pa3MHOKEHHSI MUKPOOPTaHU3MOB B MAaTEPUHCKOM
KIyOHE, YTO NPHUBOJUT K €ro IMOJHOMY paspylleHuto. B pesynpraTe 53TOrO,

OakTepuH MOIMaJal0T B MOYBY U KOHTAMUHUPYIOT JodyepHue kiyoHu (Perombelon,

2002).
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[lexToOakTepuii TpPagUIIMOHHO CYHMTAIOT TATOTCHAMH, HCIOIB3YIONIMMH
«rpyOyl0 Ccuily» MpHU B3aUMOJACHCTBUU C pPaCTEHUEM-XO35UHOM («brute force
pathogens») (Charkowski et al., 2012), kotopasi BeIpa’kaeTcsi B MacCHPOBaHHOM
OPOAYKIIMA  SKCTPAKJICTOYHBIX  (PEPMEHTOB,  pa3pylIaloONIMX  IOJUMEPHI
pacTUTENbHON KIeTouHOW cTeHKH. K 3TuM (epmMeHTaM OTHOCATCS TMEKTaTINAa3bl,
NEKTUHIINA3bl,  TEKTUHMETHIICTEPas3bl,  MOJUTaJaKkTypOHAa3bl,  IEJITIONA3HI,
paMHOTaIaKTypOHa3bl, MpoTea3bl W Ap. llexTuHa3wpl (BKIIOYAIOIINE, HaIpUMeEp,
MEKTAT/INA3bl, TEKTHHINA3bl, MOJUTATAKTYpPOHA3bl), PACHICTUISAIOT TEKTHHOBBIC
BEIIECTBA, BBI3BIBAasl pa3pylIeHHE CPEIWHHOW TUTACTUKH (Mallepaluio TKaHeh) u
rudens kietok (Toth er al.,, 2003). bakrepuanbHbie (HEpMEHTHI, pa3pylIaOIINe
PACTUTENBHYIO KIETOYHYIO CTEHKY, CEKPETHPYIOTCS BO BHEIIHIOK CpEeAy B JiBa
srana (Salmond, 1994). Ha mnepBom »sTane ¢epMEHThl SKCHOPTUPYIOTCS B
MEPUTIIa3MaTHIECKOE MPOCTPAHCTBO TPU MOMOIIN Sec-CUCTEMBI, & Ha BTOPOM —
BBIJICTISIIOTCSL BO BHEIITHIOIO CPENy TMOCPEICTBOM CHCTEMBI CEKpElMH BTOPOTO THUIIA
(Lory, 1998; Corbett et al., 2005).

BaxHpiM (hakTOpOM BUPYJICHTHOCTH MHOTHX MHKPOOPTAaHU3MOB SIBISICTCS
cucrema cekpenun Tpethero tuna (CCTT) u TpancnmopTHpyeMble ¢ €€ MOMOIIbI0
a¢dekTopHbIe 0elIKu U XapnuHbl. KOMIIOHEHTHI CEKPEeTOPHOTO amnmapara TPEeThero
TUNA KOAMPYIOTCs TeHamu hrp (hypersensitive response and pathogenicity) n
SBIISIFOTCS. HEOOXOIUMBIMH JTHOO IS pa3BUTHs 3a001eBaHus, OO0 I UHAYKIIUH
peaKkIuu cBepXuyBCTBUTEIBHOCTH (Yang et al., 2002). B HauOosbiel cTeneHu 3Ta
CEeKpeTOpHasi CUCTEMa OXapaKTepu3oBaHa y OUOTPOQHBIX (HPUTOMATOTEHOB POJIOB
Pseudomonas n Xanthomonas (Arlat et al., 1991; Rossier et al., 1999; Collmer et
al., 2000; Schechter et al., 2004; Alfano, Collmer, 2004).

Cuctema cekpeluu TPEThEro TUMa MPEeCTaBIsIeT cOo00M KkaHan (MHUJIb),
COCIMHSIONMINKN OaKTEepHATBHYIO U pacTuTeabHyI0 KiIeTKy (Buttner, Bonas, 2002).
Hekoropoie sddexropHsie Oenku ATOM  CUCTEMBI  JOCTaBIAIOTCS  4epe3
CEKPETOPHBIN ammapaT HeOCPEICTBEHHO B IIUTOIUIa3My KIeTKU pactenus (Buttner,
Bonas, 2002; Lentimaki ef al., 2003). [Ipyrue — xennepHble OSIKU WX XapIUHbI —

XOTA WU TPAHCHOPTHUPYIOTCA HYCPEC3 ITY CHCTCMY, HO HCIIOCPCACTBCHHO BHYTPb
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pactuTenbHOM KiIeTku He mpoHukarot (Wei et al, 1992). benku CCTT moryt
pacno3HaBaTbCs MO0 BHYTPHU KIETOK XO35MHA, TUO0 PElIeNTOPOM, HAXOASIIUMCS B
KJIETOYHOM CTeHKE. JTO, B CBOIO OYepe/b, MOKET MPUBOJIUTH OO K OJIOKUPOBKE,
7100 K aKTUBALIUU CUTHAIBHBIX CUCTEM PAcTeHHsS U, TAKUM 00pa3oM, ONpeeNsiTh
0COOCHHOCTH OTBETHBIX peakiuii xo3simHa (Buttner, Bonas, 2002).

VY nexrobakrepuii CCTT uzyyeHa B MeHbIIIEH CTETIEHH, YEM y TICEBJIOMOHA/T
U KcaHTOMOHajA. [lo HacTosuiero BpeMEHU OXapaKTepU30BaH JHUIIb HEOOJBbIION
Ha0op OEJIKOB, TPAHCIIOPTUPYEMBIX Uepes3 3Ty cuctemy. YuuThiBas To, uto CCTT B
OCHOBHOM CYHMTAETCS] HHCTPYMEHTOM OHMOTPO(HBIX MATOr€HOB, HEOOXOAUMBIM JIJIs
TOHKOW «IOJCTPOMKN» (PU3NOIOTMYECKUX MPOLECCOB Yy XO35MHA, (PYHKIUU STOU
CUCTEMBI Y MaTOr€HOB, MCHOJB3YIOIHUX «TIPyOyl0 CHIIy» OCTalOTCS HE JI0 KOHIA
BbISICHEHHbIMU. TeM He MeHee, U3BECTHO, 4YTO «OTKIIOUEHHE» CEKPETOPHOIO
anmapara TPeTbero THUIa, WM MYTallMd B TeHax, KoAupyrolmux 3(QexkTopHbie
OelIki, HeraTuBHBIM O00pa3oM  CKa3bpIBalOTCA JIMOO HA  BHUPYJIEHTHOCTHU
nekrobakrepuif, MO0 Ha HUX  CIHOCOOHOCTH  HWHAYIHUPOBATH  PEAKIHUIO
cBepxuyBcTBUTENbHOCTH (Bauer ef al., 1994; Mukherjee ef al., 1997; Rantakari et
al.,2001; Kim et al., 2011; Hogan et al., 2013).

Nmerotcst ocHoBanust monarate, yto CCTT wurpaer BaxkHyI0 pojib IpHU
O0eCCUMNTOMHBIX HH(EKIUAX, KOTOPhIE HA CErOJHSALIHUN JI€Hb MPAKTUYECKU He
oxapakrepu3oBaHbl. OCHOBHOE€ BHHMMAaHHE HCCIEOBATENIeH COCPEAOTOYEHO Ha
M3YYEHUH STaloOB B3aUMOJICUCTBHS MEKTOOAKTEPU UM PACTEHUM, COMPSKEHHBIX C
TUMIUYHBIMM TIATOJIOTMYECKUMU TpolleccaMu. TeM He MeHee, XOPOLIO H3BECTHO,
YTO MEKTOOAKTEPUHU CIIOCOOHBI KOJIOHU3UPOBATH OPraHU3M XO3SMHA, HE BbI3bIBas
Mpu 3TOM cuMNTOMOB 3abosneBanusi (Perombelon, 2002; Czajkowski et al., 2011;
Toth et al., 2011). Ilo Bceit BUIUMOCTH, UMEHHO JIATEHTHbIE MHPEKIIMH TTO3BOJISIIOT
MPOJIOHTUPOBATh NEPHUOJ] B3aUMOJECHUCTBHUSL OaKTepUil C OpraHM3MOM XO35IMHA U
ONTUMMU3UPOBATH MONYJIALMOHHBI LHMKI MHMKPOOPTaHU3MOB OTHOCHTEILHO
KU3HEHHOTO IIMKJA pAacTEHHUs, a TaKkkKe O00ECHeUYUTh TPAHCMUCCHIO NMATOT€Ha U3
MOKOJICHHS B MOKOJIEHUE MOCPEICTBOM CEMEHHOr0 Marepuana (kiyoHu). B cBszu ¢

9THUM, U3YUYCHUC JIATCHTHBIX I/IH(l)CKI_II/Iﬁ H, B TOM 4HUCIIC, (I)aKTOpOB BHPYJICHTHOCTH,
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o0ecreunBaIUX OECCUMIITOMHOE pPa3BUTHE TMOMYJIIUN TEKTOOAKTepHil B
OpTraHu3Me PacCTCHHUS, IPEICTABISIET 0E3yCIOBHYIO aKTYalbHOCTb.

OpmanM u3 (HaKTOPOB BUPYJICHTHOCTH psAsia OMOTPOPHBIX OAKTEPUI SIBISICTCS
¢uToToKCcHMH KOpoHaTHH. Er0 M3yueHue ObLJIO MpoBeeHO Ha npumepe P. syringae.
Koponatua sBnsercs (QyHKIMOHAIBHBIM aHAJIOTOM >KaCMOHOBOW KHCJOTHI,
uaayupymmM JKK-3aBuCUMBIN TOpMOHANBHBIA TyTh M penpeccupyromum CK-
3aBUCUMBIM NyTh y pactenuit (pazmen 1.3). MurepecHo, uro y P. atrosepticum,
TUIIUYHOTO HEKpoTpoda, OOHApYXKEH psAd TEHOB, KOIUPYIOMUX (epMEeHTHI
ouocunteza kopoHatuHa (Bell et al., 2004). Myrtamnuu B 3TUX T€HaX HEraTUBHO
CKa3bIBAIOTCS HA BHUPYJIEHTHOCTU 3TOro Mukpoopranusma (Bell et al., 2004).
CrnenyeTt, ogHaKO, OTMETHTh, YTO BECh CIEKTP I'€HOB, HEOOXOAMMBIX JJIsi CHHTE3a
KOpOHATHHA, y MEeKTOOaKTepwii He BbIsABICH. [loaTOMYy mpeamnosiaraercsi, 4To 3TH
MUKPOOPTAaHU3Mbl CHUHTE3UPYIOT HE THUIHMYHBIA KOPOHATHH, XapaKTePHBIA IS
MICEBAOMOHA/, a CXOJHOE C HHM COEIUHEHHE, SBIsIomeecs (yHKIMOHATHLHBIM
ananoroMm (Slawiak, Lojkowska, 2009). B mosb3y 3TOro cBUAETEIBCTBYET TO, YTO
1) wWHQEKIMOHHBI TMpoIecCc, BBI3BAHHBIM MEKTOOAKTEPUSMHU, COIMPSDKEH C
aktuBanuen XKK-mytu u pemnpeccueit CK-nytu (Vidal et al., 1997, Norman-
Setterblad et al., 2000); 2) cynepHaTaHThl OaKkTEpUAIbHBIX KYJIBTYpP MOJABISIOT
pazButue CK-3aBucumbix otBeToB y pactenuit (Vidal ef al., 1997); 3) aktuBanus
CK-mytn y X03siMHa Ha HaYallbHBIX dTanax WHMEKIHH TMOAABISAECT Pa3MHOKEHHUE
nekto0axkTepuit in planta (Palva et al., 1994).

Takum oOpazoM, eKToOaKTEpUH 001a1atl0T OOJIBIIUM apceHanoM (aKTOpOB
BUPYJICHTHOCTH Ui J(PQPEKTUBHOW KOJOHU3ALWK pacTeHHs-xo3suHa. OmHaKo
KOHCTHTYTHBHAsI MPOAYKIHUs (HaKTOPOB BHUPYICHTHOCTH, NaXKE€ IMPH YCIOBUU HX
OONBIIOTO KONMMYECTBA W pa3HoOoOpaswsi, He obecredynBasa OBl yCIEITHOE
B3aMMOJICCTBHE TEKTOOaKTepuit ¢ pacteHusMU. [[03TOMY CHHTE3 JETEPMHHAHT
MAaTOTeHHOCTH  CTPOrO0  KOHTPOJMPYETCS  IIMPOKUM  HAOOpOM  CEHCOPHO-
PETYIATOPHBIX CUCTEM, ONTUMHU3UPYIOMIUX X MPOAYKIIMIO Ha TPAHCKPUIIIHOHHOM,
MOCT-TPAHCKPUIIITUOHHOM ¥ TPAHCIAIMOHHOM YPOBHAX B 3aBHUCHMOCTH OT

koMmruiekca aktopoB (von Bodman et al., 2003; Barnard et al., 2007; Mole et al.,
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2007; Liu et al., 2008; Pollumaa et al., 2012). Takas peryisiusi, B 4aCTHOCTH,
MPEHATCTBYET  OOpa30BaHHUIO  OJIMTOCAXapUHOB  —  NPOJYKTOB  pacraja
MOJINCAXapPHIOB KJICTOUYHON CTCHKH PACTEHHS, 3aIyCKAIOIIMX 3allUTHBIC PEaKIIUU
X035iIMHA HA paHHUX cTaausx uHekuuoHHoro mnponecca (Mae et al., 2001).
bnaromapss 3Tomy OakTepuu Tak)Ke MOTYT OCTaBaThCs «HE3aMEUYCHHBIMUY» IIPH
XpPOHUYECKUX MH(PEKIHUIX M COCYIIECTBOBaTh C PACTCHHEM, HE BbI3bIBas
cumnTomoB 3a0oneBanus (Helias et al., 2000).

Kuntoueoit CUCTEMOI, pEryIUpYyIOLIEH MPOAYKIIHIO (baxkTopoB
BHUPYJICHTHOCTH (B TOM YHCJIC M y MEKTOOAKTEPHIA) B 3aBUCUIMOCTH OT IJIOTHOCTH
OakTepHaIbHON TOMYJISAINN, SBISETCS CHCTEMa «KBOPYM ceHcuHra» (Burr ef al.,
2006, Barnard, Salmond, 2007; Liu et al., 2008; Pollumaa et al., 2012; Crépin et
al., 2012; Cubitt et al., 2013). Ee yHKUHOHHpPOBaHHE CBS3aHO C CHUHTE30M H
BOCIIPHSITHEM ayTOMHIYKTOPOB — CHTHAJIBHBIX MOJICKYJ, AUGOYHIUPYIOMUX M3
KIIETOK B OKpYXaromyr cpeay. OCHOBHBIMH KOMIIOHCHTaMHM CHCTEMBI KBOpyMa
SBIITFOTCS  (DEPMEHTHI, OTBCYAIOIIME 3a CHHTE3 ayTOMHIYKTOPOB, M CEHCOPBI
ayTOUHAYKTOPOB, KOTOPBIE PETYIUPYIOT IKCIPECCHI0O KBOPYM-3aBUCHMBIX T'CHOB.
OYHKITMOHUPYET 3Ta CUCTEMa I10 MPHUHIIMITY TOJIOKHUTEIBHON oOpaTHOU cBs3u. [1o
MEpe YBEIMYCHHS  KOHIICHTpAllMM  OaKTEpPHAIBHBIX  KIETOK  IPOUCXOJUT
HAKOIUICHUE ayTOMHIYKTOPOB J0 IMOPOTOBOH KOHIICHTpAllMH. JTO 00eCleuynBacT
AKTHUBAIIMIO AKCIIPECCHUU OOJIBIIOTO HabOpa «KBOPYM-3aBHCHUMBIX» T'€HOB, B YHCIIO
KOTOPBIX BXOJUT M T'€H CHHTa3bl ayTOMHAYKTOpPOB. biiaromaps stomy, emie Ooiee
WHTECHCU(UIIMPYETCS CHHTE3 CHUTHAJIBHBIX MOJIEKYJ, U IPOHCXOJHT HX
JAaBUHOOOpa3HOE HaKoIJIeHHe B OakTepuaibHOM MUKpookpyxkeHuu (Whitehead et
al.,2001).

VY P. atrosepticum QyHKITMOHHPYET JIBE CUCTEMbI KBOPYMa, OTIOCPEIOBAHHbBIC
pa3HBIMH MEJHMATOpPaMH: ayTOMHAyKTOpamMu BToporo Ttuma (AM-2) wu amun
romocepunsiaktoHamu (AI'JI) (Pirhonen et. al., 1993; Coulthurst et al., 2006).
OcHOBHBIC KOMITOHEHTHI AVI-2-3aBHCHMO# CHCTEMBI KBOpYMa CUYHTAIOTCS OoJjiee
KOHCEPBATUBHBIMU CpEIU MPEACTaBUTEICH IMPOKApHOT, OJHAKO €€ BIMSIHUC Ha

@HSHOHOFH‘{CCKI/IC MponecChl 3HAYHUTCIBHO Pa3JIM4aCcTCsd Yy PpPasHbIX BHIOB
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Oaktepuil. W3BecTtHO, uTO y mnekrobaktepuit AW-2 sBiseTcs NO3UTUBHBIM
PETYJISITOPOM TMPOAYKIHH SK30PEPMEHTOB M BIUSAET HA BUPYJICHTHOCTb ATUX
mukpoopranuzMoB (Coulthurst ef al., 2006). Onnako 6oiiee BbIpaXXKeHHBIA 3D PeKT
Ha TMPOAYKIMIO (PAKTOPOB BHUPYJIEHTHOCTH OKa3blBa€T CUCTEMa KBOPYMa,
onocpenoBanHas Al'JI. MyTtanTHbie GOpMBI 3TUX MUKPOOPTaHU3MOB 110 reny Al'JI-
cuntasbl (expl, carl) aBupynentnsl (Pirhonen et. al., 1993; Burr et al., 2006; Liu et
al., 2008).

[ToCT-TpaHCKPUIILIMOHHYIO ~ PEryJsiiUI0 MPOAYKIMH MHOTUX (PaKkToOpoB
BUPYJIEHTHOCTH Yy MEKTOOAKTepUil OCYHIECTBISIET CUCTEMa PETyJAlNH CHHTE3a
BTOopu4HBIX MeTabonuToB (Regulator secondary metabolite, Rsm) (Cui et al.,
1995). Ona BxkmroyaeT ABa OCHOBHBIX KommoHeHTa: PHK-cBs3piBarommii 6emox
RsmA wu Herpancaupyemyro PHK rsmB. RsmA mnpenarcTByer TpaHCIALUU
neneBsix MPHK u oGecneuuBaer ux pacuiersieHue, a rsmB, o0nagas O0JibIIUM
cponctBoM kK RsmA, neitpanuzyet ero addexr (Chatterjee et al., 1995; Cui ef al.,
1995; Mukherjee et al., 1996; Liu et al., 1998). Penpeccusi/nepenpeccusi reHOB,
pPETYIUPYEMBIX JTOM CHUCTEMOW, MPOUCXOAUT TpU u3MEeHEHUU «RsmA/rsmB
Oamanca». Ha a3ToT OamaHc MOXKeT BIMATh LENbIA P CUTHAJIBHBIX LEMeH,
nepefalomux HHPopManuio 00 OKpyxatoued cpeae U (GU3HMOIOTHYECKOM
COCTOSIHUU KJIETOK. [loaTOMYy, MOXKHO CKa3aTh, YTO CHCTEMa PETYJALMH CHUHTE3a
BTOPUYHBIX METAa0OJIUTOB CIYXKHUT KOMIUIEKCOM, COOUPAIOMIMM Pa3HOPOJIHYIO
uHdopMaIMio, U, HCXOAS M3 €€ COBOKYNHOCTH, aJEKBATHO KOPPEKTUPYET
HKCIIPECCUIO0 TEHOB BUPYJIEHTHOCTH.

BaxxupiMu  perynstopamMu  MNPOAYKIHMH  OakTepualbHBIX  (DEpMEHTOB,
pa3pylamuX MOJIUMEPBl PACTUTEIBHON KIETOYHOM CTEHKH, SIBISIOTCS CEHCOPBI
MPOJAYKTOB Pa3lOkKEHUsT NEKTUHOBBIX BemiecTB. OOWH U3 TaKUX CEHCOPOB —
penpeccop Tpanckpuniuu KdgR — B3anmoaeiicTByeT ¢ mpoOMOTOPHBIMU 00JIaCTAMHU
IeHOB TMEKTaT/na3, MOJIMTajakTypoHa3, psja KOMIIOHEHTOB CHUCTEMBbI CEKpELUU
TpeTbero tuna u rsmB. Ilpu obpazoBanum 2-kero-3-me3okcuritokonara (KIAIN) —
MHTEpMeaHraTa, o0pa3ylouerocs npu KaTtaboJiu3Me MEKTMHOBBIX BEIIECTB, U €ro

CBs3bIBAHUU C Kng MMPOUCXOAUT ACPCIIPCCCHA LCJICBBIX T'CHOB 3d CUCT ITIOHUIKCHUA
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cpojzctBa atoro penpeccopa tpanckpuniuu k JJHK (Condemine, Robert-Baodouy,
1987; Liu et al., 1999; Kazemi-Pour et al., 2004).

[TpoxyKTHI pa3nokeHus MEKTHHOBBIX BEIIECTB, MO-BHINMOMY, SIBISIOTCS HE
€IMHCTBEHHBIMH METAa0OJUTAMH PACTUTEIHLHOTO MPOUCXOXKACHHS, BIUSIONIMMH Ha
CHHTE3 TIEKTONMTHYECKUX (EepMEHTOB. B HemaBHMX HCCIENOBaHUSAX OBLIO
MPOAEMOHCTPUPOBAHO, YTO B BOJAOIKCTPAruPyeMOi HU3KOMOJICKYISIPHON (Ppakimu
no0eroB Kaptodens MPUCYTCTBYIOT METa0OMUTHl «HE TEKTUHOBOW MPHUPOIBD»,
KOTOpBbIE aKTUBHUPYIOT TMPOAYKIUIO JKCTPAKIETOUYHBIX TeKTaTimas y P.
atrosepticum SCRI1043 (Tarasova et al., 2013). Hamuuyue y mnekToOakTepuii
CEHCOPHBIX KOMIIOHEHTOB, BOCTIPHHUMAIOIINX «CHUTHAIBI» PACTEHUS, B COCTaBE
CHUCTEM PEryJSINN TPOAYKIHH (AaKTOPOB BHPYJIECHTHOCTH, MO BCEH BHIUMOCTH,
MpeIoTBpaIIaeT HelenecooOpa3Hoe pacxofOBaHHWE PECYpPCOB Ha WX CHUHTE3 BHE
OpraHM3Ma XO3sIMHa.

Bnusiaue Ha cuHTE3 ()aKTOPOB BUPYJICHTHOCTH y MEKTOOAKTEPHA OKa3bIBAIOT
U CHCTEMBI, peryaupyomie GopMupoBaHUe CTpeccoBOoro orBeTa. CyliecTBeHHas
yacTh OaKTEepHaNbHBIX TE€HOB, OKCIPECCHUS KOTOPBIX WHAYIUPYETCS TIpH
B3aMMOJICHCTBHH C PACTCHHEM, KOJAHMPYET BHYTPUKIETOUHBIC CTPECCOBBIC OEIKH
(Andersson et al., 1999 a, 6; Dong, Schellhorn, 2010). Ctpecc-unaynupyemblii
curma Qaxtop RpoS urpaet BakHyro poib B ajantaiui OakTepuaIbHBIX KIETOK, B
YaCTHOCTH, K yCJIOBUSIM BHYTpPEHHEW cpenbl pacTeHus-xo3sauHa (Mukherjee ef al.,
1998). Kpome Toro, RpoS sBiseTcss mO3UTUBHBIM PETYJIATOPOM SKCIPECCUU T'eHa
rsmA w, Onaromaps 3TOMY, OKa3blBa€T HETATHBHOE BIHMSHHE HA TPOIYKIIUIO
(bakTOpoB BUPYJICHTHOCTH. MyTanus MO COOTBETCTBYIOIIEMY T'€HY MPHUBOIUT K
dbopMupoBaHUI0 (PEHOTUTIOB, XaPAKTEPU3YIOMIUXCS CBEPXIPOAYKIHMEH (PaKTOPOB
BUpyJeHTHOCTH in vitro (Mukherjee et al., 1998). OgHako 3TOT MOTEeHUUANT HE
peanusyeTcsl in planta, TOCKONBKY HWHAKTHBALMS #poS TPUBOAUT K CHIDKEHUIO
YCTOMYMBOCTH MHKPOOPTAaHU3MOB K OTBETHBIM peakuusM pacteHuid (Andersson et
al., 1999 a, 0). [lo Bceli BEpOATHOCTH, HAJUYHME CTPECC-UHIYIUPYEMBIX OEIKOB

Cpcan HCTATUBHBLIX PCryJLATOPOB NPOAYKIHUHN ACTCPMHUHAHT IMATOTCHHOCTH,
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MO3BOJISIET OAKTEpUSM NMPU HEOOXOIUMOCTH CIABUTATH MPUOPUTET OT MPOSIBICHUS
BUPYJICHTHOCTH K a/IallTalliN U BEDKUBAHHIO.

[To MHEHHIO psilla aBTOPOB, OJTHUM M3 CaMbIX HEHCCIIEJIOBAHHBIX BOIMPOCOB,
KacaloluXcs B3aUMOJCHCTBHS TEKTOOAKTepUil W pACTCHHIA, SIBISIETCS TpodiieMa
BBDKMBAaHUSA OJTUX MHUKPOOPraHM3MOB BHE OpraHm3Ma XO3sSHMHa B  XOJIe
BHEBETCTAIIMOHHOT'O TMEpHOoJa M COXpPaHCHHWE UX MATOTeHHOTO MOTEHIMaia,
oOecreynBarolee Hayajao HOBOro MOMyJsimuoHHOro 1ukia in planta (Charkowski
et al., 2012, Davidsson et al., 2013). lna P. atrosepticum ObUT OXapaKTepu30BaH
P QHanTUBHBIX TPOTPaMM, KOTOPBIE TOTEHIMAIBHO MOTYT OOeCIeYnBaTh
BBDKMBAaHUE TMOMYJSIUNA OTUX MHKPOOPTaHU3MOB B CTPECCOBBIX YCIOBHSIX
ecTtecTBeHHBIX dkocucTeM (I"opmikoB u np., 2009; Gorshkov et al., 2010).

Ha cerogusimHuii JeHb OTCYTCTBYIOT 3(QpeKTUBHBIE Mepbl OOpPHOBI C
3a00JIeBaHUSIMH, BBI3BIBAEMBIMU TPEACTABUTEISIMU poaa Pectobacterium (Norman-
Setterblad et al., 2000; Charkowski et al., 2012). Ilo Bceil BepOSTHOCTH, 3TO
CBSI3aHO C JBYMS OCHOBHBIMH NPUYMHAMU. BO-TIepBhIX, MOKa HE BBISBICHBI TCHBI Y
pacTeHui, ONpeeNIoNIue YCTOMYNBOCTh K TIekToOakTepusiM. Hanbonee 3HaunmbIe
B OTOM HAIpaBIIEHUU PE3YyIbTaThl OBUIM TOCTUTHYTHI B HEJABHO MPOBEICHHBIX
UCCIICIOBAHMSIX, B KOTOPBIX MPOAEMOHCTPHPOBAHO, YTO CTEINEHb YCTOWYMBOCTH
pacteHuit kaptodens k P. atrosepticum, P. carotovorum w D. dadantii
KOppeJHpyeT ¢ ypoBHeM 3Kcnpeccueit rena PR-5t (Tpetrsikosa, 2013). BeposiTHo,
OKCIIPECCUsI ATOTO0 T'eHa MOXKET CIYKUTh MapKepoM YCTOMYMBOCTH pPACTEHUH K
OakTepuasIbHON MSTKOW THUIIU.

Bo-BTOpBIX, TpH HCCIEIOBAaHUU B3aWMOACHCTBHUA MEKTOOAKTEpUH C
pacTeHUsIMU, BBHJY KOHOMHYECKHX COOOpaKeHWH, pacCMaTpPHBAIOTCS, TJIaBHBIM
o0pa3oM, JIMIIb OCTpPBIE CTaauu HHQPEKIUH, KOTJAa TMPOUCXOIUT 3aIyCK
HEOOPATUMBIX TMPOIIECCOB, CBSI3aHHBIX C CHCTEMHBIM W MHTEHCUBHBIM TIOPaKCHHUEM
TKaHel pacTeHus. B Toxke Bpems, Henb3s HE OTMETHUTh, YTO OSTH MPOIECCHI
MPEACTaBISAIOT CcoOOM JUINL BepHIMHY aiicoepra. B nmeiicTBUTENbHOCTH,

B3aMMOJICUCTBHE  TEKTOOAKTepUd W pacTeHUd  3HAUYUTENIBHO 6onee
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MIPOJIOHTUPOBAHO, YEM MEPHOJ pPa3BUTUA CHUMOTOMOB. bonee Toro, 3To
B3aMMOJICHCTBHE 1aJIEKO HE BCET/la BKIIIOYAET OCTPYIO CTaAMI0 UH(EKIIUH.

Bo3MoxHbIe MOAX0bI ISl PElIeHUs MPoOJIeMbl OaKTEPHUO30B, BHI3BIBAEMBIX
NEeKTOOaKTEepUsIMU, MOTYT OBITh CBsA3aHbl C Oosiee TIIYOOKMM MOHUMaHUEM
HKOJIOTUH 3TUX MHUKPOOPTraHU3MOB, KOTOPbIE CITIOCOOHBI HE TOJBKO K arpeCCUBHOMY
«TOBEJACHUIO», HO M K MHPHOMY COCYIIECTBOBAHHIO CO CBOMUMHU XO35S€BaMHU.
OCHOBOI ISl 3TOTO MOTYT MOCIYXHUTh (U3HOJIOT0-OMOXUMHUYECKUE KPUTEPUH,
pa3MyarIIMecss NpH  pa3HbIX CTPATErHsAX B3aUMOJEWUCTBUA B  CUCTEME
napasut/xo3siuH. Bo03MOXHO, YTO 3TH KpUTEPUU TIO3BOJIAT MPUOJIUZUTHCT K
NOHUMAaHUI0O TPUYUH U  YCIOBUH, omnpeAensiomux AuddepeHunpoBaHHOE
«TOBEJICHUEe» MEeKToO0aKTepuil in planta W TPOBOLUPYIOIUX HUX HAa TMPUMEHEHUE
«rpy0oil cuibl». be3ycnoBHO, Te ke caMble BONPOCHI MPEACTABIAIOT HE TOJIBKO
MPaKTUYECKUNA MHTEPEC, HO U CYIIECTBEHHYIO (yHIAMEHTAIbHYIO 3HAUUMOCTh. [1o
MPEXKHEMY OCTAaeTCsl HESICHBIM, KaK U Io4yeMy OaKTepuHu, CIOCOOHBIE HAHOCUTH
CYILIECTBEHHBI BpEJ PACTEHHUIO, MHUPHO COCYIIECTBYIOT CO CBOUM XO35MHOM,
dbopmupyss yMepeHHyH0 marocucteMy. B cBsI3u ¢ 3TUM, B HacTosUIEM
UCCJEJIOBAHUM Mbl MPEANPUHSIIA TOMBITKY OXapakTepu3oBaTh (PU3HO0I0ro-
OnoxuMuyeckue M MOp(oJOrnyecKue acnekTbl (OPMUPOBAHUS PACTUTEIHHO-
MUKpOOHOW  MAaTOJOTMYECKOM  CHUCTEMBbl,  BKJIIOYAIOIIEH  IpEICTaBUTEN

(1)I/ITOHaTOI‘eHOB, BBI3BIBAIOIINX MATKHC THUJIN paCTCHHfI.
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I'maa 2. MATEPHUAJIBI U METObI UCCJIEJOBAHUSA
2.1. O0beKT nccae10BaAHUA

B kauecTtBe o0O0BEKTa WCCIICIOBaHUSA B paboTe ObLIa HCIOIH30BaHA
MaToJiorhyeckas CHUcTeMa, BKIIouarolas pacteHus Tabaka (Nicotiana tabacum
copt «Hawana») u ¢urtonmarorennytwo Oakteputo Pectobacterium atrosepticum
SCRI1043 (Pba). HecmoTpss Ha TO, YTO OCHOBHBIM XO3SMHOM 3TOr0 TaTOTE€HA
SBIeTCS  Kaprodenb, IS JOCTMDKCHHS 1M HWCCIACAOBAHHMS U pPEHICHUS
MIOCTABJICHHBIX 3a7[a4 HaMH ObUT BRIOPAH HECTICHM(PUIHBIA X035 MH. DTO CBA3AHO C
TEM, YTO pa3BUTHC 3a00JICBaHHMS y CHEHU(DHYHOTO XO3AMHA XapaKTepU3yeTCs
3HAYUTEILHOW BapUaOCIBHOCTHIO CHMIITOMOB;, TIIPH 3TOM TakK)Ke MOXET
pa3auvaThCs MPOJOKUTECIBHOCTh JIATCHTHOW CTaJAWM WH(EKIHUHA y OTACIBHBIX
pactenuit (Perombelon, 2002; Toth et al., 2011; Czajkowski et al., 2011,
pe3yNbTaThl  COOCTBEHHBIX  JKCIICPUMEHTOB  (MaHHBIC HE  MPUBOJIATCSA)).
HeomHOPOMHOCT, ~ CHMNTOMOB  3a00JieBaHHMS ~ CYIMIECTBEHHO  3aTPYIHSCT
XapaKTepUCTUKY TMpOIECCa B3aUMOJCHCTBUS IMEKTOOAKTEpUA ©  PACTCHHI,
MOCKOJIBKY ~ HE  TO3BOJSICT  OOBEKTHMBHO  JH(depeHIMPOBaTh  IPOIECC
(bopMHpOBaHUS TATOCHCTEMBl Ha Pa3IUYHBIC CTAJHH U BBIIBISITH 3aKOHOMEPHOCTH
Opy  aHalM3e TeX WIM WMHBIX T[apaMeTpOB  BCJICACTBHE CYIISCTBCHHOU
HEOJTHOPOTHOCTH SKCIIEPUMEHTAIBHBIX JaHHBIX. B TOXe BpeMs, B HCTIOJIb30BaHHON
HAaMHA MOJICIM Pa3BHTHE CHUMIITOMOB 3a00J€BaHUS Yy OTICIBHBIX pACTCHUU

MpoXoauJI0O JOCTATOYHO OJHOPOJHO.

2.2. KyastuBupoBanue P. atrosepticum SCRI1043
tamm Pectobacterium atrosepticum SCRI1043 (Pba) (Bell et al., 2004)
ObUT JIOOE3HO TIPEJOCTaBICH M3 KOJUICKIIMH MHKPOOPraHM3MOB bemopycckoro
roCyJapcTBEHHOTO yHuBepcuTeTa (T. MuHCK) momeHtoM E.A. Huxomaiumkowm.
Knerku Gakrepuil BbipammBanu Ha cpeae Luria-Bertani (LB) (Sambrook et al.,
1989), conepxameit: 10 r/m mentona (Helicon, CIIIA); 5 1/n npoxokeBoro
skcrpakta (Helicon, CIIIA) u 10 r/n NaCl. KucnotHocth cpenbl noBoauiu SN

NaOH no pH 7,5. Crepunuzanuto cpeasl npoBoawin B Teuenue 45 muH npu 0,8
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aTt™M. B kadyecTBe MHOKYJISATA UCIOJB30BAIM KYJIbTYphI MMO3IHEN JorapupmMudecKon
¢da3pl B KOJMYECTBE, MAIOLIEM HAuYaJbHYI ONTHUYECKYIO IUIOTHOCTHh KIJIETOYHOMU
cycnenzuu 0,1 OE (A = 600 um). KyapTypbl HHKyOUpOBaIM B TEPMOCTATUPYEMOM
meitkepe-unkyoarope [S-971R (JEIO TECH, Kopest) npu Bpamienuun miatdhopmbl
co ckopocTtbio 160 06/Mun u Temnepatype 28 °C.

[Ipu ouenke MOpGOIOrHUEeCKUX U3MEHEHUH KJIETOK Pba B 3aBUCUMOCTH OT
yCIIOBUI KyJbTUBUPOBAHUS OaKkTepuu JIMO0 MHKYOUPOBaIu B OE3yTiiepoIHOM cpejie
AB (rononanue) mpu pas3iMyHOM HAyalbHOM IUIOTHOCTH MOMYJALMH, JTUOO
KyJIbTUBUPOBAIH B MPUCYTCTBUU META0OJIUTOB PACTEHUI-XO3HUHA.

Jlist nmonyuyenus ronogatouiux Kynabtyp (['opmkoB u ap., 2009) xnetku Pba
KyIpTHBHpOBamn 10 miotHoctH (1 — 2)x10° KOE/Mx B cpege LB kak ommcaso
BhIte. Jlanmee kimetku ocaxnaanu nentpudyruporanuem (8000 g, 15 °C, 10 MunyT)
U CYCIIEHJIUPOBAIM B UCXOAHOM 0O0beme Oe3yriepoaHoil MuHepanbHO#l cpenbl AB
comepxkamein Ha 1i: 1 r NH4Cl; 0,62 © MgSO,x7H,0; 0,15 r KCI; 0,013 r
CaCl,x2H,0; pH 7,5. 3atem KJIeTKM OCakJaidu LEHTPU(PYTHPOBAHUEM U BHOBb
orMbiBaii B cpene AB. ITlocme  OBYXKpaTHOTO  OTMBIBAHMS — KJIETKH
PECYCIIEHIUPOBAIM B JECATUKPATHOM OT HMCXOAHOro odobeme cpeanl AB. Yactb
KIETOYHOI CycreH3uH pazBommiu x0 miotHoctH (1 — 3)x10% KOE/Mi B Toit %e
cpene. ['onoparonue KyJbTypbl, COOTBETCTBOBABIIME TUTPaM WHOKYJISALUU 10* u
10° KOE/mn, uuky6upoBamn B Tepmoctate npu 28 °C Ge3 adpaldy B TEUCHHE
YeTbIpeX CYTOK.

[Ipu onieHke BIMSHUS METa0OJUTOB PACTEHUN Ha YJIBTPACTPYKTYPY KIETOK
Pba Gaktepun KyJabTUBUPOBAIM B CTaHAAPTHBIX ycioBusax (28 °C, aspamus npu
160 06/mun) B MmoaudunupoBantoit cpeae IM (induction medium) (Tarasova et al.,
2013), conepxameir 100 MM Hatpuii-kanueBoro ¢gocdarnoro 6ydepa (pH 7,0), 5
MM K,SO4 0,5 MM CaCl,, 5 MM (NH4),SO4 u 2 1/1 monuraisakTypOHOBOM
kuciotel (Sigma, CIIA). Knerku, BbwIpamieHHsle Ha cpene LB, ocaxpanu
uentpudyrupoanuem (8000 g, 15 °C, 10 MUHYT) U ABaXIbl OTMBIBAIN B CpeJie
IM, Tak ke Kak OnucaHo JJII HHOKYJISAIUUA Oe3yriIepoaHON cpebl. 3atem cpeay IM

MHOKYJIPOBAIN KieTkaMu Pba ¢ mHauambubiM tutpoM (1 — 2)x107 KOE/™Mi, u
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KyJIbTUBUPOBAIM OAKTEPUM B TEUEHHUE JIBYX CYTOK. B ONBITHBIX BapuaHTax B Cpeay
N00aBIsIM  HU3KOMOJIEKYJISIPHYIO  (PpakIUI0O BOJHOTO JKCTpakTa IMOOEros
KapTodessi B COOTHOLIEHUH 15 MK 3KCTpakTa / MIl Cpebl.

JUis monydeHusi pacTUTeNlbHOro »skcTpakta 10 T moGeroB kaprodens
TOMOT'€HU3UPOBAIM B 25 MJI JI€MOHU3UPOBAHHOM BOJbl. CMech MHKYOMpOBalIU B
teuenue 2 yacos npu 4 °C, ¢punsTpoBanu u nmoroM nenrpudyruposanu (10000 g, 4
°C, 20 mun). CynepHaTaHT (HIBTPOBAIM Yepe3 HUTPOIEIUTIONO3HbIH (QUIBTP ¢
auameTpoM nop 0,2 MKM, MOCTIE Yero NpoBOAWIN YAbTPAPUIBTPALUIO C TTOMOIIBIO
KoHIeHTpaTopoB ¢ pasmepoM mop 3 k/la (Ultra-15 centrifugal filter device,
Millipore, CIIIA). Huzkomonekymsipayio dpakiuio (< 3 k/la) nuoduinuzupoBaiiu,
pacTBOpsSU B 1 MJI IEMOHM3UPOBAHHOM BOJIbI, 3aMOPXKUBAIA U XpaHWIH 1pu —20
°C 110 MCTIOJIb30BaHMS B KCIIEPUMEHTE.

['ononaromue B TeueHue 4 CyTok M BbIpallleHHbIe Ha cpeae IM, B Tom yucie
B IPUCYTCTBUM  PACTUTENBHOIO  OKCTpakTa, KiIeTku Pba  cobupanu
uentpudyrupoBanuem mnpu 10000 g B Teuenue 10 MUH TNpU KOMHATHOU
TeMIiepaType. Marepuan nepeHOCHId B MOJUIIPONUIICHOBbIE MPOOUPKH 00bEMOM
1,5 mu1 1 npoBoamsi (UKcalo o0pa3loB Uisl aHAKM3a ¢ TOMOIIBIO AIEKTPOHHON

MUKPOCKOIINH.

2.3. KyabTuBupoBanue pacreHuii Ta0aka u uXx MHQUUMPOBAHUE
kiaerkamu P. atrosepticum SCRI1043
Pacrenus tabaka (Nicotiana tabacum copt «Hawana») BbeIpamuBaid B
CTEpWIbHBIX yclioBHSAX Ha cpeae MS (Murashige — Skoog) (Murashige, Skoog,
1962), B coctaB koTopoi Bxomauiu (Ha 1;1): 825 Mmr NH4NO;; 950 mr KNO;; 850 mr
KHPOy; 0,83 mr KJ; 6,3 mr H;BO;; 22,3 mr MnSO4x4H,0; 8,6 mr ZnSO4x7H,0;
0,25 mr Na,MoO4x2H,0; 0,025 mr CoCl,x6H,0; 0,025 mr CuSO4x5H,0; 185 mr
MgSO4x7H,0; 220 mr CaCl,x2H,0; 100 mr me3oumHo3uta; 1 Mr tmamuHa; 2 mr
MUPUIOKCHHA. PacTBOp XemaTHOro »ejie3a TOTOBWJIM B BHJEC KOHIIGHTpaTa U3

Na,DATA (3,73 r/n) u FeSO4x7H,0 (2,78 1/1) u nobapisyin B cpelly U3 pacueTa
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1/100. B cpeny Taxxe moGasisuiu 30 r/n caxapossl u arapo3y (Axygen, Mcnanus)
10 0,4 %. Crepunuzanuio cpeabl IpoBOAUIN B TeueHue 45 muH nipu 0,8 aTm.

Cemena Tabaka, TMoOdy4YeHHble H3 benopycckoro rocyaapcTBEHHOTO
yHuBepcutera (T. MUHCK), crepuian3oBain 2 % pacTBOPOM T'MIOXJIOPUAA HATPUS
¢ nobasnenuem 0,5 % nopeumncynbbara Hatpus (SDS) B reuenne 10 — 15 MunyT.
[locne »Toro mnpoae3nH(UIMPOBAHHBIE CEMEHa IIeCTb pa3 IPOMbBIBAIU
CTEpWIBHOW JUCTUJUIMPOBAHHOM BOJAOM MW mnomemanu B damku [leTpu,
coaepxkamue 20 mi arapuzoBaHHou cpenbl MS. Tlociie nosBieHus: CeMsII0JIbHBIX
JUCTHEB TMPOPOCTKU paccakMBajll B CTEpWIbHbIE OaHKM co cpeaoid MS.
KynpruBupoBanue pacrenuil nposoaunu npu 22 °C, 16-Tu 4acoBOM CBETOBOM
nHe u oceeHnu 5000 mroKke B KIIMMaT-KaMepe.

Jns uHumpoBanus kietkamu Pba WCHONb30BaIM pacTeHus Tabaka
Bo3pacta 3 — 4-x Henenb. KileTKM MUKpOOpraHusMma BbIpaminBaiu B cpene LB
(omucano B pazzene 2.2) 1o no3aHen JorapudpMuueckon gasbl pocTta, mocjiae 4ero
cobupanu uentpudyrupoanuem npu 6000 g B Teduenue 10 MuHYT mpH
KOMHATHOW TeMIiepaType, IBaXKIbl OTMbIBAIM M pecycnenauposanu B 0,4 %
pactBope xJyopuaa HaTpus. [ImoTHOocTh WMHOKysATa moBomwiau jao (1 — 3)><107
KojoHueoOpasyromux eauuuil Ha Mia  (KOE/Mi) ¢ momomipio cepuitHbIX
pasBenenuii. JlecaTb MK CyCNEeH3UM  OakTepUalbHBIX  KIETOK  (YTO
cootBetcTBoBano (1 — 3)x10° KOE) HaHOCWIM HA HOBEPXHOCTh pacTeHHUs (B
nasyxy JMCTa B cepe/iuHe cTe0uist) 03 MEXaHMYECKUX MOBPEXICHUN MPU TOMOIIU
aBTOMAaTUYECKOro Jjo3atopa. Ha KOHTpOJIbHBIE pPACTEHHS] TaKUM XKe 00pa3om
Ha"nocwiu 10 mxn 0,4 % pactBopa xnopuaa Hatpus. [lociie 3TOro KOHTPOJIBHBIE U

I/IH(I)I/II_[I/IpOBaHHBIe PAaCTCHHUA MOMCIIAJIN B KINMAT-KaAMCPYV.

2.4. OueHka TUTPa KYJbTHUBHPYEMBIX KJIeTOK P. atrosepticum SCRI1043 B
HH(UIHPOBAHHBIX PACTEHHSIX
Tutp xinetrok Pba B pacteHusix Tabaka OICHUBAIA TI0 KOJHUYECTBY
KoJIOHHeoOpa3ytomux enuuuil B 1 rpamme pactutensHoro matepuana (KOE/T)

(Gorshkov et al., 2014). Jlns 3Toro HaBeCKy pacTUTENbHOr0 Marepuana (moberu,
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WM KOPHH, WIH PACTUTEIbHbIE OCTATKN) PACTUPAIIU B CTYNKE B (PU3UOJIOTUYECKOM
pactBope (0,9 % NaCl) u3z pacuera 1:2 (Bec/06beM). M3 MoaydeHHBIX CYCIIEH3UMA
JieNaly noclieioBaTeNbHbIe JecsaTuKpaTHbie pa3Benenus. [lo 100 Mk kaxxaoro u3s
pa3BeneHuii nepeHocwin B yamku [letpu, comepxkamue 20 M arapu3oBaHHOU
cpeast LB (1,5 % Oakroarapa, Ferak, ['epmanus), u pactupaiu 1Mo MOBEPXHOCTHU
mmateneM Jpuranbckoro. 3acestHuble yamku Iletpu makyouposanu mnpu 28 °C B
TepMOCTaTe; uepe3 JBo€ CyTok mnpoBoawnu mnojacuer konoHui. Tutp KOE
ONpENENsUId 1O CPEAHEMY 4YHCIY BBIPOCHIMX KOJOHHMH C Y4Ye€TOM CTENeHU

pa3BEeAEHUS U MIEPECUUTHIBAIIM HA TPAMM CBIPOIl MAcChl PACTUTENBHOTO MaTEpHaIa.

2.5. «OkuBIeHHE» MOKOSAMUXCHA KiIeTOK P. atrosepticum SCRI1043

UYepe3 30 cyrok mocie uHOUIIMPOBAHUS pacTeHUN KieTkamMu Pba octatku
MOTUOIINX PAaCTEeHUI B3BEIIMBAIN M PACTUPAIN B CTYNKE B JBYXKPAaTHOM 0O0BEeMe
cpeasl AB (Bec/oObem). IlomydeHHYIO CYCIIEH3MIO pacceBajid B BHUJE CEpUU
JCCSTHKPATHBIX pa3BeleHWid Ha dvamku lletpuw, comeprkaimiue arapu30BaHHYIO
cpeny LB, mis Toro 4To0bl MOATBEPIUTH OTCYTCTBUE KYJBTHBHPYEMBIX KJICTOK
Pba B pactutenbHOM Jebpuce 0 dTana «OXUBICHUs». s BOCCTaHOBIIEHUS
KOJIOHHE0Opa3yrolie criocoOHOCTH KIeTOK Pba ObUT PUMEHEH Pl MOAXO/I0B:

1. Ocaakdu TOMOTEHM3WPOBAHHOIO PACTUTENIBHOTO Je0puca  JBaXKIIbI
OTMBIBAJIM B Oe3yriepoaHoi cpene AB, kak onmucaHo B 1. 2.2., CyCIIEHANPOBAIIN B
UCXOJHOM 00bEeMe M 3aTeM CYCIEH3MIO pacceBalid Ha arapu3oBaHHyio cpeny LB
(T'opukos u ap., 2009).

2. Ilocie OTMBIBKH 0CaIKOB TOMOTEHHU3UPOBAHHOTO PACTHTEIBHOTO Aebpuca
CYCIIEH3UM TPWXKJbI MOcienoBaTeabHo pa3Boaunau B 10 pa3 B cpene AB u 3atem
nobasmsim 1/10 ob6bema cpeasl LB wiam pacTuTenhbHOTO HKCTpakTa (Crocod
NPUTOTOBJICHHUS OKCTpakTa ommcaH B pasmene 2.2). IlomydeHHble CycleH3UH
nnkyouposanu npu 28 °C u 160 o6/MuH B TeueHue ABYX cyTok; 3areM 100 Mk
CYCIIEH3UM BBICEBAJIM Ha arapu3oBaHHylo cpeay LB (Ilneesa u ap., 2003; Kana et
al., 2008).

3. Ilociie OTMBIBKM OCagKOB B cpefie AB moigydeHHbIE CYCIIEH3UM HAHOCUJIH
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Ha CTepWJIbHBIE pacTeHUs Tabaka, B KOTOPBIX Yepe3 JBOE U CEMb CYTOK OLEHHUBAIIU
tutp KOE Pba (Ordax et al., 2006; Grey, Steck, 2001).

4. PacTtuTenpHble OCTAaTKH 3aMOpaXxuBayd npu —18 °C u XpaHWIN NpU 3TOU
TEMIIEPATYPE B TEYEHUE OJHOTO MECSLA; MOCIE ATOr0 MX PasMOPAKUBAIU MPHU
KOMHaTHOU Temneparype. OHy 4acTh pacTUTENIBHOIO JIe0prca TOMOT€HU3UPOBAIU
B cpene AB U BbIceBaNIM 4epes3 JBa daca I10Ce pa3sMOpPO3KH, APYTIYIO — 4epes3 IBOE
CyTOK. Bce nmpouenypsl «0KUBJIEHHUS» MPOBOAWIN B CTEPUIIBHBIX YCIOBUIX. B Tex
ClIyyasX, KOIZJa MpPOUCXOAWUJIO «OXKUBJIEHHWE» M HAa arapu3OBaHHON cpele
BbIpacTanu OaKTepuaidbHble KOJOHWH, WX BHJIOBYIO MPUHAIIEKHOCTh K Pbha
nposepsiiu ¢ nomoupio II[P-ananuza. [ns storo 10 chyyaitHeiM 00pazoM
BBIOpAaHHBIX KOJIOHUH OTOMpAIu METIeH U PEeCyCNeHIUPOBAIN KIETKU B PacTBOpE
TE (10 MM Tpuc-HCL, pH 8.0; 1 MM DTA, pH 8.0) ¢ 1 % Triton X-100.
Cycnien3uto nnakyoupoBanu npu 100 °C, 5 MuH, mocie 4ero J00aBiIsiIn YEThIpe
o0beMa JIeMOHU3UPOBAHHOW BOJIbI U LIeHTpUudyruposanu mpu 10000 g, 2 mun. [1aTh
MUKpPOJIMTPOB TMOJy4YeHHOTo nu3ara aobasimsim B IILP-cMech, comepikarryio

npaitmepsl, cneruduunsie JJHK Pba (Gorshkov et al., 2014).

2.6. IIpuroroBiieHue 00pa31OB A/ CBETOBOM U JIEKTPOHHOMH
MUKPOCKOMUMN

C nmnomompbl pPa3IMYHBIX BUAOB MHUKPOCKONMHM B  X0J€ paboOThI
aHAIM3UPOBAIIA Cpe3bl CTEOJIe KOHTPOJIbHBIX U MH(GUUIUPOBAHHBIX Pba pacTeHuit
Tabaka, a TakKe KIeTKu Pba, BbIpallleHHbIE UM UHKYOMPOBAaHHBIE B KYJIbTYpax in
vitro. O6pasnel crebneir Tadbaka (0,5 — 0,8 MM TONIMHONW) OBUIM BBICEUYECHBI C
MOMOIIBIO CTEPUIILHOTO OPUTBEHHOTO JIE3BUSI Y KOHTPOJBHBIX U MH(ULIUPOBAHHBIX
Pba pactenwnii (18 4gacos, 2, 3 u 9 cyrok nocine uHbunuposanus). Kinetku Pba,
BBIpAILIEHHbIE B KYJIbTYpax in vitro, cooupanu uentpudyruposanuem npu 8000 g B
tTedeHue 10 MUH Ipu KOMHATHOU TeMIiepaType.

Matepuall IEpeHOCUIN B MOJUIPONUICHOBBIE TPOOUPKU 00BeMoM 1,5 Mt u
¢dbuxcupoBanu B TeueHue JByX dacoB B 0,1 % pacTBope riiyTapoBOrO alibJeTHla,

npurotoBieHHoro Ha ¢ocdarnom Oydepe (0,1 M, pH 7,2). HanbHeiiuryio
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¢ukcanmio mpoBoauaM B 2,5 % pacTtBOpe TIyTapoBOTrO  ajbJeruia,
MIPUTOTOBJICHHOTO Ha TOM ke Oydepe, B TeueHue 12 4acoB, mocje yero oopasifsl
MIPOMBIBAIM TPH pa3za 1o 15 munyT B pocdarnom Oydepe ¢ caxaposzoit (6,8 /100
Mi). 3aTeM marepuai BoiaepxkuBasiud npu 4 °C B teuenue 4 yacos B 1 % pacTtBope
OsQOy4, IPUTOTOBJIEHHOIO Ha TOM e Oydepe ¢ nobaBiaeHreM 25 MI/MJI caxapo3bl.
JlerunpaTaiio MPOBOJAWIHN, BBIIECPKHUBasS O0pa3lbl B STHIOBOM CHUPTE MpHU
Pa3HBIX €r0 KOHIIEHTpAlUSIX U B alleToHe, ciaeayronum oodpazom: 1) B 30 %-HoMm
staHoje — 1 muH; 2) aBaxasl B 40 %-HoM sTanoje o 10 muH; 3) aBaxasl B 50 %-
HOM dTaHose 1o 10 muH; 4) nBaxabl B 60 %-HOM 3TaHoie 110 15 MUH; 5) 1BaXKIbI B
70 %-noM 3Tanosie 1o 15 muH; 6) aBaxabl B 80 %-HOM 3Ta”oNe 1o 15 muH; 7)
nBaxabl B 96 %-Hom aTanosie mo 30 muH; 8) Tpwxkasl B 100 % anerone mo 20
MUHYT.

[locne neruaparauuy mnpenapaThl BBIIECPKUBAIM B OKHCH MpOIUICHA B
TedyeHue 45 MHHYT, MOCJE YEro IMOCJeN0BaTEIbHO MPOMUTHIBAIM B TeueHue 24
yacoB snokcuaHoi cmonoit SITOH 812 (Fluka, I1IBelinapusi) 1 OKUChIO MPOMUIICHA
B ciieayomux cootHomenusx: 1) 1:2; 2) 1:1; 3) 2:1. 3atem maTepuan nomemniaii B
YUCTYIO0 CMOJY W MPOBOJAWIM NoJuMepu3anuio npu temneparypax 37 °C, 45 °C u
60 °C no 24 yaca.

VYIbTpaToOHKHE U TONYTOHKHUE Cpe3bl 00paslioB MOMy4Yald Ha MHUKPOTOME
LKB-8800 (LKB, IlIBemnus). IlomyroHkue cpe3bl (OKOJO 2 MKM TOJILIUHOM)
okpamBanmu 1 % pactBopom (Bec/oObem) MeruseHoBoro cuHero. Cpesbl
dotorpadupoBanu ¢ nomonibio Mukpockona (LSM 510 Meta; Carl Zeiss, Jena,
['epManusi) B MPOXO/ASIIEM CBETE.

VYasTpaTonkue cpesbl (0kono 300 HM), MOHTUPOBAIU HAa MEIHBIE CETOUYKU U
okpammuBanu 2 % BOAHBIM pacTBopoM ypanuianerata (Tandler, 1990) B Teuenue
20 MuHYT ¥ UUTpaTOM cBUHIA B TeueHue 7 muHyT (Reynolds, 1963). Hekotopsie
oOpa3upbl ObUIM OKpamieHbl corjacHo wmetoauke Thiéry, ucnonbzyemoit st
TUCTOXUMHUYECKOTO BhIsIBIeHUs moiucaxapunoB (Thiery, 1967). B stom ciydae
cpe3bl ObUIM MOHTHUPOBAHbI Ha 30JI0ThIE CETOYKHU U TOCIEI0BaTeIbHO 00pabOTaHbl

1 % BogubiM pactBopoM iomHou kuciotel (HsIOg) (Bec/o6bem) B Teuenue 20
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MunyT, 0,2 % pactBopoMm THOKapOorunpasuaa (Fluka, IlIeiuapus) B 20 %
YKCYyCHOU Kucijote (Bec/oObeM) B TeueHue 2 4yacoB U 1 % BOIHBIM pacTBOPOM
nporeuHata cepebpa (Fluka, IIseimapus) (Bec/o6beM) B TeueHue 30 MUHYT B
temHOTe. OOpa3ibl aHATU3UPOBAIH C TIOMOIIBIO AIEKTPOHHOTO MUKpockomna JEM-

1200 EX (Jeol, SAAmonus) npu padbouyem HanpsukeHun 80 kB.

2.7. Boinenenne PHK u cunTe3 k/IHK npu nomomu peakuun odpatHoii
TPAHCKPHUIIIHA

Boigenenne toransHoit PHK u3 pactenuit Tabaka npoBoauiu Mpu NOMOIIU
koMMepyeckoro Habopa «RNeasy Plant Mini Kit» (Qiagen, CIIIA) cormacHo
uHCTpyKuMsaM  mpousBoaurensa.  Konnentpaumtro  PHK  ompememsuim ¢
ucnoib3oBanueM (Quroopumerpa Qubit (Invitrogen, CIIA); natuBHocTh PHK
OLICHMBAJIU MIPU MOMOIIH Telib-35ekTopodopesa B 1 % arapozHom reie.

s nonydenus k/IHK ucnons3oBanu 2 — 3 Mkr totansHoii PHK. B cocras
pPEaKkUOHHON cMecH JUIsl peakuuu oOpaTHoW Tpanckpuniuu Bxogwiu 0,1 mMxM
npaiiMepbl  onuro-dTg, 400 mMxM neszokcupubonykieorunadocdaron, 100 en.
oOpaTtHoOi TpaHckpunTa3sl RevertAid ¢ coorBercTBytouum Oydepom (Thermo
Scientific, CIIIA). Ha nepBoii cranuu pactsop PHK B mpucyrcTBuu mnpaiimepos
nporpesanu B TeueHue S MuH npu 70 °C, a 3aTeM noMemain Ha Jeq; Ha BTOPOU —
N00aBIISIM OCTANIbHBIE KOMIIOHEHThl U WHKYyOWpoBanu B amiuindukarope DNA
Engine thermocycler (Bio-Rad, CIILIA) npu crienyromieM TeMnepaTypHOM pPeKUME:
25 °C = 10 mun; 42 °C — 60 musn; 70 °C — 10 mun. O0uuit 06beM peakIMOHHOM
cMecu coctaBisil 25 mii. JIBa mkn nonydenHout k/IHK no6asnsiau B I1I[P-cmech

IIpU ITIOCTAHOBKC peaKHHﬁ.

2.8. DuekTpodope3 HYKJIEHHOBBIX KUCJIOT B arapo3HOM reJie
Onektpodopernueckoe pazaenenue JJHK u PHK npoBonunu B araposnbix
rensax (KoHueHtpamusi arapo3sl 1 — 1,5 %) B TOpU30OHTAIBHBIX OJIOKaX MpU
HaMpsHKEHHOCTH anekTpudeckoro noist 5 — 10 B/cm. B kadectBe anektpoisivta

WCIIOIB30BaIM TpuUc-aneTatHpii 0ydep (40 MM Ttpuc-anierat, pH 8,0; 0,02 M
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anerat Hatpus, 0,002 M EDTA). O xozne snekrpodope3a Cyauiaud MO0 MHUTpaluu
opomdenonoBoro cunero (Serva, I'epmanus), 1o6aBIeHHOTO B MPOOBI Mepen HX
HaHeceHueM B JyHku rens. JIHK peructpupoBamu mno dQuyopecueHu B
yInbTpauoNIeTOBOM CBETE TOcle HKCIo3uiuu renst B pactBope (10 Mkr/mi)
opomuctoro tuaus (Manuatuc u ap., 1984) ¢ moMonp0 yCTaHOBKH JJIsI BUJIEO-

nokymeHnTtanuu renei Gel-Doc (Bio-Rad, CIITA).

2.9. AMmiinpuxkanus yyactko JHK (kIHK) ¢ nomombio

NMOJIUMEPA3HOH HeNMHOH peakuun B peajibHoM BpeMenu (I[P PB)

s ammmudukanun yuactkoB JIHK Pba, a Taxke kJIHK, cooTBeTcTBYIOIINX
TpPaHCKPUIITAM pa3IMYHbIX T€HOB pacTEHUM Tabaka, HAaMU ObUTM CKOHCTPYUPOBAHBI
npaitmepsl U GiyopecuieHTHbIE 30HA6I TagMan. {75 3Toro ObUT HCMONB30BAH MAKET
nporpamMm Vector NTI Bepcuss 9. KoHcTpyupoBanue mnpaiMepoB U 30HIOB
MPOBOJWJIM HAa OCHOBE TocienoBaTenbHOCTH TeHoma Pba (NC 004547), wnm
ONMyOJIMKOBAaHHBIX BO BCEMUPHOW 0a3e JaHHBIX OTKPBITHIX PaMOK CUYUTHIBAHUS
reHoB TabOaka. JlJis OLIEHKM YpOBHS II€JIEBBIX TPAHCKPUIITOB y pacTeHHil Tabaka
npaiiMepbl KOHCTPYUPOBAJIM Ha 00JIaCTh T'€HOB, KOJUPYIOMIMX AJIJIEHOKCUIUKIIA3Y
(NtAOC), perynstopusiil 6enok JAZ (NtJ3), nunokcurenazy 2 (NtLOX2), Genox
PR-1a (NfPR1a), B-cyobenununy mutoxonapuaibHoi ATdaszer (NtATP), pakrop
anonranuu TpaHcysuu (N(Ef). I koluuecTBEHHOM OIEHKUM T€HOMHBIX KOIHM
Pba, B TOM uncie B pacTeHUU-XO3(HHE, TMpaiMepbl KOHCTPYMPOBAIM Ha
Koaupyrolyo obnacte reHa expl (Pbaexpl), a Taxke Ha ydyacTOK MEXIE€HHOI'O
cneiicepa 16S-23S  pPHK (Pbal6-231S). IlocnenoBaTenbHOCTH —MpaiMepoB
npuBeaeHbl B Tabuuue 1. [IpaliMepsl U (hayopeclieHTHbIE 30H]Ibl CHHTE3UPOBAIIA B
HIIO «Cunton» (MockBa). B kauecTBe i1yopeclieHTHBIX METOK B COCTaBE 30HJI0B
TagMan Obtn  ucnonb3oBanbl FAM, mubo ROX ¢ cooTBeTcTByIOMUMU

racutensimu guryopectienuuu (BHQ-1, BHQ-2, cooTBeTCTBEHHO).



Tabnuuna 1. CnMcok HMCHOIB30BAHHBIX MpaliMepoB U (IyOpecleHTHBIX

30H10B TagMan.
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[IpaiimMepsl u ITocnenoBarenpHOCTD 5°-3° Pasmep
30H/IBI MPOIYKTa
NtAOCF CGGCTCAACTGATTCCTCTACAAC 146 n.m.
NtAOCR GTTTGTTGCTAAAGGGGACAAGATC
NtAOC (ROX-C)GAACTCAA(T-BHQ-
TagMan probe | 2)GAACGTGACCGTGGTAGC
NtJ3F CGGCAGATAAAGCTAAGGAAATC 141 m.1m.
NtJ3R CGATTGGTAAATCTCCAGAAATAATAGG
NtJ3 TagMan | (ROX-C)CCAAGGAAACAACAACTG(T-
probe BHQ-2)GCTACTCAG
NtLOXF CACGCATAATGAGTTTGATAGTTTTG 172 n.m.
NtLOXR CTGAGGAGTTGGGTACTTAAATAGGC
NLOX ROX-G)CCCTTTGT(T-BHQ-
TagMan probe | 2)GAAAGCCATTACTGATAGC
NtPR1aF GAGGCGAAAGTCCATACTAATTG 180 H.1m.
NtPR1aR CCACTTGGTCTTTTTATAGATCCAC
NtPR1a (FAM-C)AAGCAGAACAATCCATACA(T-
TagMan probe | BHQ-1)ATTAACGTG
NtATPF GGTCGATGGCTTGGGAGTACC 107 ..
NtATPR GCACAGATTTACGTTCAATAATACCAG
NtATP TagMan | FAM-C)GTCTTCGC(T-BHQ-
probe 1)CGTGATCGCTTAGAGC
NtEfF GCCCAACACTTCTTGATGCTC 140 n.1.
NtEfR GACACCAGTTTCCACACGACC
NtEf TagMan | (FAM-C)CTCTCAGGC(T-BHQ-
probe 1)CCCACTTCAGGATG
PbaexplF GGAATTAGCGTAGTTGAACAAGGTCTG 148 n.m.
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PbaexpIR GCCACTGCTTCAATTCATTGCTC

Pbaexpl (FAM-C)CCACTGCGG (T-BHQ 1)

TagMan probe | TAATACGACGAGCCAAAGC

Pbal6-231SF GATGATTCTTTTGAGTCATGTTTAC 196 n.1.

Pbal6-23ISR GACACTTTTCGCAGGCTACCACG

Pbal6-231S (FAM-T)GTGTCAA(BHQ1-
TagMan probe | T\GAGTCTCTCAAATAATCGCAGCGC

C pa3paboTaHHBIMU HaMHU MpaiMepaMu ObUIK MPOBEACHBI TECTOBBIE PEAKIIUU
JUISL IPOBEPKHU MX CIEUU(PUUHOCTH, B KOTOPBIX OBLIO MOKa3aHo, yTo pazmep I1L[P-
MIPOAYKTOB ~ COOTBETCTBOBAJ  TEOPETHYECKH  Oxkupaemomy.  IIpaiimepsi,
cnemuuynsie IHK Pba, ne nmpuBoaunu k odbpazoBanuto [IL[P-npogykToB mnpu
ucnosib3oBanuu B kauectBe Marpuubsl JIHK (6o k/IHK) crepunbHbIX pacTteHuii
tabaka. B pesynbraTe peakuumid c mpaiimMepamMu, KOMIUIEMEHTapHBIMU
MOCJIEIOBATENBHOCTAM Pa3IMYHBIX TeHOB pacTenuii Tabaka, u JIHK Pba B xauecTBe
matpuibl, [IIP-npoaykToB Takxke 3aperucrpupoBaHo He Obuto. Ilpu moctaHoBke
KOHTPOJBHBIX peakuuii, B KOTopeiXx oTcyrcrBoBana JIHK (orpunarensubiii
KOHTPOJIb), 00pa30BaHus MPOYKTOB HE TPOUCXOIUIIO.

[IIIP PB npoBoauiu B peaklIMOHHOM CMECH, B COCTaB KOTOpoil Bxoawnu 120
MKM ne3okcunykieosuarpudocdaror, 2 — 5 mxna pacrBopa JIHK-matpuisr (ot
0,0001 mo 10 ur), 0,1 MM kaxpgoro mpaiimepa u 3012 TagMan, 0,04 en. «Hot-
Start» Tag-monumepasbl ¢ cootBercTByronuM Oydepom (EBporen, Mockga).
Koneunplii 00beM peEakIMOHHON CMeCH CcOCTaBsul 25 MKI. TemmepatypHo-
BpeMEHHON pexum peakuun (40 UMKIOB) M U3MEHEHHE (iyopecueHIuu
KOHTPOJIMPOBAJIM C IOMOIIBIO TEpMOLUKIEpa ¢ onTudeckum monayieM CEFX96
(Bio-Rad, CIIIA). CtangapTHBIMHU MapaMeTpaMu peakiuu ObuIu cieayromue: (95
°C — 1 mumn; 3atem 40 rukiios: 94 °C — 10 cek, 60 °C — 1 mun). O6pazoBanue [111P-
MPOIYKTOB peructpupoBanu no ¢uyopecuenunun FAM (abGcopOuusi/smuccus npu

490/530), mu60 ROX (abcopbius/amuccus rpu 580/610).
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2.10. AHau3 ypOBHS IKCIPECCHU CATHIMJIAT- U 5KACMOHAT-
HHAYIHPYEMBbIX T€HOB y pacTeHuii Tabaka

Pacuer OTHOCUTENBLHOTO YPOBHS AKCIPECCUU LENEBBIX T'€HOB MPOBOAWIN Ha
OCHOBE pe3yabTaroB KonudecTBeHHOro III[P-ananu3a B peanbHOM BpeMEHHU
(pazgen  2.9). KommuectBeHHoe conepkanne kJIHK, cooTBeTcTBYyIOMUNX
TPAHCKPUIITAM LENEBbIX U pedEepeHCHBIX T€HOB, OLIEHUBAIM B OTHOCHTEIIbHBIX
€AMHMIIAX, CONMOCTABIISIS 3HaYEHUs MOPOroBoro nukia peakuu (Ct) o Kaxaoro
oOpasua ¢ KanuOpoBoyHOM KpuBod. KanmOpoBOUHYIO KpPUBYIO, OTpa)aroulyro
3aBUCHMOCTb 3HAQYEHUS NOPOrOBOTO IUKJIA PEAKIMHM OT MCXOAHON KOHUEHTpPALUU
JNHK-mumenu, ctpownn Ha ocHOBaHUU pe3ysibraToB [IL[P-peakuuii, B KOTOPBIX B
KaueCTBE MATPHUIIBl HCIOJB30BaIM ceputo pasBenenuit (1-, 4-, 10-, 40-, 100-
KpaTHbIX) oxHoro u3 oOpasuoB k/JIHK. Kaxnayio peakuuio npoBoauiu B Tpex
AHAJUTUYECKUX TOBTOPHOCTIX. OTCYTCTBHE 3HAUMMBIX KonndecTB reHoMHou JIHK
noarsepxaanu nocranoBkoit [P ¢ o6paszuamu PHK, nig koTopeix 3Tanm peakuuu
00paTHOW TPaHCKPHUIIIIUU ObLT UCKITIOYEH.

Ornpenenenue ypoBHsS OSKCIPECCHMU LEJIEBBIX JKACMOHAT- M CaJMLINAJIAT-
MHIYUUPYEMBIX TE€HOB TMPOBOAWIM OTHOCUTEIBHO JBYX pPEPEpeHCHBIX TI'E€HOB
(xonupytonux (akTop ANOHTAMKU TpaHcasiuuu U P-cyobenuuuny ATdaznoro
KoMIUIekca). B Hameil nabopatopuum ¢ momolbto anroputMa geNorm ObUIO
MOKa3aHO, YTO YPOBEHb SKCIPECCHM 3THX TI'E€HOB B pacTeHUAX Tabaka Tmocie
uHpuuupoBanuss Pba He MEHSETCA M COOTBETCTBYET KOHTPOJBHBIM PacTEHUSIM
(manHble He omyOnuKoBaHbI). Cxema oTOOpa 00pa3loB IS ONpEeICHUs YPOBHS
HKCIIPECCUU LIETIEBbIX T€HOB B KOHTPOJBHBIX U MHGUUUPOBAHHBIX Pha pacTeHHsIX

Tabaka daHa IIPH U3JI0KCHUHN PC3YyJIbTATOB.

2.11. Ouenka TuTpa reHOMHbIX Konuid P. atrosepticum SCRI1043 B
HHGUIHMPOBAHHBIX PACTEHUAX Ta0aKa
Omnpenenenue TUTpa TeHOMHBIX Konuii Pha B pacTeHusix Tabaka MpOBOAUIN
¢ nomoieto I[P B peansrnom Bpemenu (I11[P PB) otHocuTenbHO KaIMOPOBOYHBIX

KpUBBIX, IOCTPOCHHBIX IIO PE3yJIbTaTaM PCAKIUU C KOHTPOJIbHBIMH 06p33HaMI/I
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JIHK Pba w3BectHO# koHueHTpanuu (Gorshkov et al., 2014; Petrova et al., 2014).

Brigenenne kontponbnoil JJTHK mpoBonunu ¢ momoibio KoMMepuecKoro Habopa
AxyPrep Multisource Genomic DNA Miniprep kit (Axygen, CILIA) cormacHo
MHCTPYKIIUSAM MPOU3BOAMUTENS. 32 OJJHY T€HOMHYIO Komuio npuHumanu 5,5 ¢r JTHK
(5064 t.m.H.). Konuentpamuto JIHK B KOHTponbHBIX 0OOpa3uax OIEHUBAIU C
nomoteio ¢aoopumerpa Qubit (Invitrogen, CIIIA). 3nas xonnentpanuio JJHK B
pacTBope W pa3Mep TreHoMa Pba, BBIYHCIAIM TUTP TE€HOMHBIX KONUN B
KOHTPOJIBHBIX oOpasmuax npu MTOMOIIIH web-pecypca
(http://www.molbiol.ru/scripts/01 _07.html). B  kadecTBe  JONOIHUTEIHLHOIO
KOHTpPOJIS TIpU ONpeJeIeHUN TUTpa T'eHOMHBIX Konud Pba B pacTeHHsix Tabaka
npoBoawiu [P ¢ obpasnamu nuzaToB KyabTyp Pba mo3aHeit porapudmudeckoi
dassl  pocta ¢ wm3BectHRIM THTpoM KOE, passemenubix B 10M-pas B
JIEMOHU3UPOBAHHOM BOJIE.

Tutp renomubIX Kol Pbha B pacTeHUsIX Tabaka OLICHUBAIIUA B IepecyeTe Ha
|l rpamm pactuTenpbHOro Marepuaina. TKaHM pacTeHHl TOMOTEHU3MPOBAIU Kak
onucaHo B pasnene 2.4. AJNMKBOTHI TOJY4eHHBIX cycneH3uit (200 wmKi)
uentpudyruposanu npu 10000 g B reuenue 10 MUH npyu KOMHATHON TeMIIepaType.
[locne ynanenusi cynepHaranta ocanok pecycnenaupoBanu B 50 mxin Tpuc-HCI,
pH 8,0. K monyuennoii cycnensuu noo6asisiiu Triton X-100 mo 1 %. Cwmech
unkyouposanu npu 100 °C B teuenune 10 MuH, mocne 4ero Kk Heil qo0aBisiind
YeThlpe 00beMa JEHOHW3UPOBAHHON BOJbI U IeHTpudyruposanu npu 10000 g B
TeueHrne 10 MUH IIpU KOMHATHOM TemmepaType. 3aTeM MOJyYEeHHBIM OCBETIICHHBIN
nu3aT pasBommid B 10N-pa3 [eHOHM3MPOBAHHON BOOM; IO MATH MKI H3 CEpPUH
pasBegenuit n1o6asisiu B [IIP-cMecu mpu moctaHoBke peakiuid. OLEHKY 4YHclia
FEHOMHBIX KOMHMil mpoBoamiy B auanaszone 10° — 107 xomuit JJHK-MuureHeii Ha
npo0y; KaIMOpOBOYHAs KPUBas, OTpa)karollas 3aBUCHUMOCTb MEXAY KOJIHMYECTBOM
JHK-mumenei u 31auenrem noporosoro nukia mnpu [P PB, B atom aunanasone

HMela XapakTep NpsiMOM.
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2.12. BoigeJsieHue pa3jiu4HbIX GpaKkuuid MOTHCAXaAPUAOB U UX AHAJIN3

Brigenenne pa3nuyuHbx (pakuuil mojivMcaxapuioB NPOBOIAWIM U3 CTeOsen
KOHTPOJBHBIX (HEMH(ULIHUPOBAHHBIX) U UHPUIUPOBAHHBIX Pba (1BO€ CYyTOK Mociie
MHOUIMPOBAHUS) pacTeHUM, a TakkKe M3 KIEeTOK Pha, BBIpallleHHBIX in Vitro
(GakTepuu KyJIbTUBUPOBAJIM KaK OMUCAaHO B pasjaene 2.2). B kadyecTBe MCXOIHOTO
MaTepHana HCIONb30BalH 60 1,2 T pacTHTEIBHBIX TKaHeH, m16o okomo 1,2x10"
KIeTOK Pba (3TO KOJWYECTBO NMPUMEPHO B MATH pa3 MPEBBIIIAET KOJIHMYECTBO
KJIETOK naToreHa B 1,2 r ”HGUUMPOBAHHOTO PACTEHU).

PactuTenbHble TKaHW WM OakTepUalbHbIE KIETKH PACTUPAIU B KUJIKOM
a30Te 70 TOMOT€HHOI'O COCTOSIHUS, MOCJIE Yero a00aBisuin yetbipe oObema Na/K-
dbocharaoro Oydepa (50 MM, pH 7,0) u romoreHusupoBaiu B TeueHue 3 — 5
MuHyT. [loayyeHHble roMoreHatsl HeHTpU@yruposaiu B tedeHue 10 MUHYT mpu
8000 g mpu 4 °C. 3arem cylnepHaTaHT, coaepkamuii Oydep-sKcTparupyembie
nonucaxapuibl, otaessuid U repmocratupoBanu npu 100 °C B teuenue 10 mus,
nociie yero nentpudyruposanu npu 8000 g, 4 °C, 10 mun. U3 momydeHHOro
CylnepHaTaHTa OCAXKIaJlW TOoJIMCaxapuibl J00aBJIICHHEM YeThIpeX 00beMoB 96 %
ATWJIOBOTO CHUpTa. 3aTeM Mojucaxapuibl Oydep-skcTparupyeMoil ¢paxuuu
TpKJbl TpoMbIBain 80 % 3TaHOIOM M PACTBOPSUIM B JEMOHU3UPOBAHHOM BOJIE
nepe; HAHECEHUEM Ha KOJIOHKY.

Ocagnok, octaBuIMiics mociie oTAelneHus Oydep-akcTparupyemoit ¢pakuuu,
cycnenaupoBainu B 80 % stanone u tepmocraruponanu npu 100 °C B teuenue 10
MUH, Tiocie 4dero neHtpudyrupoBanu npu 8000 g, 4 °C, 10 mun. Jlanee ocaaku
TpKbl npombiBasid 80 % 3TaHOJIOM, TPUXKABl — AETOHOM M Tpuxabl — 50 MM
Na/K-docdarubim 6ydbepom, pH 7,0. i ynanenus kpaxmana OCaaKH JBYKPATHO
oOpabatbeiBanu Tiaokoammiazoit (Sigma, USA) B Teuenue 18 — 20 u mpu 37 °C.
[locne 3TOrOo OTCYTCTBHE Kpaxmaia B oOpa3lax MOATBEPKIAIM C MOMOUIBIO
okpamuBanus KI — . 3arem monucaxapuibl ocakgaiu IEeHTpU(PYTrHpOBaHUEM
(8000 g, 4 °C, 10 MuH), TpUXKIbI TPOMBIBAJIU BOJAOW M TPHKIIbI — allETOHOM, MOCTIE
Yero BbICYLIMBAJIH.

I[JISI BBIACJIICHUA HWOHHOCBA3dHHBIX IICKTHMHOBBIX BCHICCTB IIOJYYCHHBIC
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ocanku cycnengupoanu B 0,5 % pactBope okcanmata ammonus, pH 5,0 u
tepmoctatupoBanu npu 100 °C B Teuenue uaca. [locne uentpudyrupoBaHus
(10000 g, 6 mun, 20 °C) oTaensuin CylnepHaTaHTBl, a K OCAAKYy IOBTOPHO
N00aBIsIM  OKcajaT aMMOHHUSI W TPOBOJUIM TEPMOCTATUPOBAHUE, MOCIE YEro
BHOBb LIeHTpU(dyruposanu. CynepHaTaHTbl, OTOOpaHHBIE MOCJIE IEPBOTO U BTOPOTO
HEHTpUPYTUpOBaHUs, OOBEAMHSIIM; COJEpKAIlUecs B HHUX MOJHCAXapUAbl
OCaXIAJIN YEThIpbMsI o0beMaMu 96 % sTanona. OcaJky MOJUCAXAPUIOB JIBAKIIbI
npomMbiBJI 80 % S3TaHOJIOM W PacTBOPSUIM B JEUOHM3UPOBAHHOW BOJE MEPE]
HAHECEHUEM Ha KOJIOHKY.

[Tonyuyennsie Gppaxkuuu 0yhep-3KCTparupyeMbIX U OKcallaT-3KCTparupyeMbIxX
MoJIuCaxapuioB xpomartorpadupoBaiu Ha KojoHke c¢ cedapozoit CL-4B
(Pharmacia, HIBeums) (12x400 wmwm) npu ckopoctu 0,25 wmu/muH; 00BEM
coOupaeMbIX (pakuuii coctasisia 1 M. B kadecTBe aitoeHTa ucnonb3zoBain 10 MM
NUpUAUH-YKCycHOKUCTBI Oydep (pH 4,5). KonumdectBo yrieBoaoB B Kakaou
dbpakiuu onpenensiiu GpeHobHBIM MeTo10M 1o [{ro6ya (Dubois ef al., 1956).

Jlist onpeneneHus MOHOCaXapuaHOTO cocTaBa oTOMpanu (pakuuu Oydep-
AKCTparupyeMbiX MOJUCAXapUIOB, TIOJYUYEHHBIE MOCJE pa3/ieNieHus Ha KOJIOHKE C
cedapozoii CL-4B, cooTBeTcTBOBaBIINE 0O0OBeMaMm dmtonuu 13 — 23 mut (gpakuumst 1)
nu 25 — 33 mn (ppakuust 2) ¢ BbiyeTOM MepTBoro obOwema (8 mur). Ilocne
BBICYILIMBAHUS AJIMKBOT (COOTBETCTBOBAaBIIMX 40 MKI yrieBOJOB) 3THX (pakLuid,
nojiyueHHble ocaaku pacTtBopsiii B 500 mMxa 2 M TpudTopyKCyCHOM KHUCIOTHI
(T®Y) u tepmocratupoBasiu npu 120°C B teuenue 1 uaca. [locne ruaponusa
oOpa3lbl BBICYIIMBAJIM B TokKe Bo3ayxa mnpu 60°C u pacTBOpsiid B
JI€MOHU3UPOBAHHOU BoJie. Pa3enenue u onpeaeneHrne MOHOCAXapu10B MPOBOAUIN
Py MOMOIIU BBICOKOA((PEKTUBHON aHMOHOOOMEHHOW Xpomartorpaduu (cucrema
DX-500, Dionex, CIITA) na kononke CarboPac PA-1 (4x250 mm, Dionex, CIITIA) ¢
HCIIOJIb30BAaHUEM  BJIEKTPOXMMHYECKOTO  JIETEKTOpa B PEXKHME  IYJbC-
amriepomerpuu (ED 40, Dionex, CIIIA). B kadecTBe 3110€HTOB UCIOIB30BAIH: A —
0,015 M NaOH; B — 1M NaOAc B 0,1 M NaOH. Xpomarorpaduio ocymecTBisiIn

npu Temneparype KojgoHku 30 °C u CcKOpocTH odnmtoupoBaHus | MI/MUH.
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['panueHTHOE 3M0MPOBaHKE MPOBOAWIM cieayronuM oopazom: 0 — 20 mun — 100
% A; nmanmee nUHEWHBIM TpaaueHT mo cxeme: 20 — 21 MMH — 10 COOTHOIIECHUS
smoeHTOB A:B = 90:10 %; 21 — 31 mun — 10 cootHomeHud 3moeHToB A:B = 70:30
%, Tocye 3TOro NpoOMbIBKAa U ypaBHOBEIIMBaHUE KOJOHKHU B pexkume 100 % B — 10
muH, 100 % A — 30 MuH. KOIuM4yecTBEHHYIO OILIEHKY COJE€p>KaHHUsl YTJIEBOJIOB
MIPOBOJIMJIUA C TIOMOIIBIO KATMOPOBOYHBIX KPUBBIX ISl KOKIOTO U3 aHAIM3UPYEMBIX
coeMHEHUN U mporpamMMHoro odecrneueHus PeakNet. Ananus kaxxaoro oopasia

IMPpOBOAUIIN B ABYX ITOBTOPHOCTAX.

2.13. IIpoBereHe HMMYHOLUTOXHMHUYECKON PEAKIMH C AaHTHTEJIAMHU
LM19 u INRA-RU

NMMyHOIIUTOXUMUYECKYIO PEAKIIUIO TPOBOIUIN HA MOTYTOHKUX (1 — 2 MKM
TOJILIUHOM, 17151 (IIyOpeCcCleHTHOW MUKPOCKONHH) U YIBTPATOHKUX (0K0J0 300 HM
TOJILIUHOM, Ji1 3JEKTPOHHOW MHMKPOCKONHH) cpe3ax cTeOjeil KOHTPOJIbHOTO U
MH(UIMPOBAHHOTO pacTeHUil Tabaka. OOpa3bl TOTOBWIN, KaK OMUCAHO B MYHKTE
2.6, 3a UCKIIIOYEHHEM TOTO, YTO HCIIOJIH30BAJIM MOHMKEHHYIO KOHIICHTPALUIO U
IPO0JDKUTENBHOCTD Bo3aecTBUs OsOy (0,5 %, 1 yac), a IponuTKY NPOBOAMIN B
cmosie LR White (LR White Resin, Medium Grade Acrylic Resin, TED PELLA
INC, Cat.No. 18181). IIpoBeneHne HMMMYHOIUUTOXUMHUYECKUX pPEAKIUN
OCYIIECTBIISUIA CO CJIEYIOUIUMHU aHTUTEIAMMU:

IlepBuyHble aHTUTENA:

1. MonoxknonansHoe antutesno INRA-RUI1 (mbimmssie [gM) (Ralet ef al.,
2010), mro6e3no mpenocraieHHoe Fabienne Guillon u3 r. Hant (®panuusn),
BBISIBJISIET OCTOB paMHOrayiakTypoHaHa I. JInsi cBsi3pIBaHUS aHTUTENA € CyOCTpaToM
HEOOXOIMMO IIECTh AUCaXapuAHBIX MOBTOPOB [—2)-a-L-Rha-(1—4)-a-D-GalA-
(1—-]5.

2. MonoxknonansHoe antutesno LM19 (kpsicunbie [gM), koTopoe pacno3Haer
snuton oa-GalA(1—4)-a-GalA(1—4)-a-GalA(1—4)-a-GalA, ucnonbs3zoBamu A
JIOKaNU3auu HEeATEPUPUIIUPOBAHHOM rOMOTaJIaKTYPOHOBOM KHCJIOTBI

(Verhertbruggen et al., 2009).
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Bropuunsie anTHTENA:

1. Ko3be antu-mpimnHoe antureno 11 INRA-RU1 u ko3pe aHTH-KpBICUHOE
aututeno s LM19, KOHbIOTMpOBaHHBIE C 4YacTHI[AMHU KOJUIOMIHOIO 30JI0Ta
pasmepom 5 HM (Amersham Pharmacia Biotech, Piscataway, NJ);

2. Kospe anTu-mpimmnoe antureno 11 INRA-RU1 u ko3pe aHTU-KpBICUHOE
anTuteno st LM19, cesa3annsie ¢ gpuyopecuent uzotuonuanatom (FITC) (Sigma-
Aldrich, USA).

JUiss  MMMYHHOIIUTOXMMUYECKOTO  aHajdu3a yJIbTPATOHKUE Cpe3bl Ha
HUKEJIEBBIX CETKaX MOJBEPTay CIeAYIOUUM MPOLETYPaM:

(1) mpoBonunu GIOKMpOBaHHE HECHEIU(UUYECKOrO CBS3BIBAHUS AHTUTEN C
ucrnoib3oBaHueM 5 % HopManbHOU Ko3bel chiBopoTkHn (HKC) (Sigma, CIIIA) Ha
TBST 6ydepe, cogepxkamem 20 MM Tris-HCI, pH 7,5, 150 MM NaCl, 0,05 %
Tween 20, B Teuenue 15 MuH, Npu KOMHATHOH TeMmrepaTrype B Kamepe ¢ BHICOKOH
BJIQ)KHOCTBIO;

(2) uakyOupoBanu ¢ MEepBUYHBIM aHTUTEIOM (pa3Benenue 1:3 st INRA-
RUT u 1:100 nna LM19) B TBST 6ydepe, cogepxkamem 0,6 % HKC — 1,5 4 npu
KOMHATHOW TEMIIEPATYPE;

(3) ormbiBasin B TB 6ydepe (20 MM Tris-HCI, pH 8,2; 0,02 % a3un HaTpus)
3 pa3za;

(4) uHKYyOUpOBalIM C BTOPUYHBIM AHTUTEJIOM, KOHBIOTUPOBAHHBIM C
YacTHIIAMH KOJUIOMJIHOTO 30J10Ta, pacTBopeHHOM B TB Oydepe (pa3Benenue 1:50),
conepxatiem 0,6 % ObIUUI CHIBOPOTOUHBINA aNbOyMHH, B TeueHue 1,5 yacoB mpu
KOMHATHOW TEMIIEPATYPE;

(5) npomeiBanu B TB 6ydepe u qucTUIIMPOBAaHHOM BOJIE;

(6) mpoBOIUIM YCHJIEHHE YACTHI[ 30JI0Ta cepedpoM ¢ ucrosib3oBaHueM BB
International Silver Enhancing Kit (Ted Pella) B reuenne 5 mun (Hainfield, Powell
2000).

(7) xoutpactupoBanu 2 % BoOAHBIM pacTBOpoM YypaHwmianerara (Tandler,

1990) B Teuenue 15 MuH U UTpaTOM CBUHIIA B TeueHne 6 MuHyT (Reynolds, 1963).
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OOpasupl mpocMaTpUBald HAa TPAaHCMUCCHOHHOM JJEKTPOHHOM MHUKPOCKOIIE
moaenu JEOL 1200 EX, npu pabouem nanpsixenuun 80 kB.

JIiss IMMYHHOITUTOXMMHYECKOTO aHAJIN3a Ha MOJyTOHKUX Cpe3axX MPOBOIUIH
CJIeIyIOIINe TPOLEIYpHhI:

(1) mpoBomunm OIOKMPOBaHHWE HECMEIU(DUUECKOTO CBS3BIBAHUS AHTUTEIN
uHkyoOamnueit B 3 % pactBope Obrubero cbiBoporouHoro anboymuna (bCA) B 0,1 M
docdarnom Oydepe (pH 7,2) — 1 yac, npu KOMHATHOM TemIepaType;

(2) uakyOupoBanu ¢ nepBuuHbIM antutenoM B 0,1 M dochatHOM Oydepe,
conepxkamem 0,06 % BCA (pa3senenue 1:2 mis INRA-RUI u 1:10 gna LM19) B
TedueHue | yaca, mpu KOMHATHOM TEMIIEPATYPE;

(3) mpommiBanu 3 paza B 0,1 M ¢docdatHom 6ydepe;

(4) uakyOupoBanu ¢ BTopuuHbIM aHTUTEIoM B 0,1 M dochatHOM Oydepe,
(pH 7,2) B Teuenue 1 yaca, mpu KOMHATHOW TeMIIepaType B TEMHOTE.

OOpa3ipl  TpOCMaTpUBaId C MOMOIIBIO  JIA3€PHOTO  KOH(OKAIBLHOTO
dbnyopecuentHoro mMukpockona (LSM 510 Meta; Carl Zeiss, Jena, ['epmanus) ¢
HCIIOJIb30BaHUEM aprOHOBOTO Jia3epa MpH JJIMHE BOJHBI BO30YyxkacHUs 488 HM u
smuccuu 503 — 550 HMm.

B kadecTBe KOHTpOJSI CETKM CO Cpe3aMH HCCIEIyeMbIX 00pa3loB

moABCprain 06pa60TI<e TOJIBKO BTOPUYHBIMH aHTHTCJIAMU.

2.14. AHaiu3 (peHOIbHBIX COeJMHEHNH C TOMOUIbIO
BbICOKO0I(p(peKkTHBHOI :KMAKOCTHOU XpomaTorpadguu (BIKX)
Boinenenvne (¢GEHONMBHBIX COEIWHEHHM MpoBOAWiIM u3 ¢pakuuii Oydep-
AKCTpParupyeMbIX MOJIMCAXapPUA0B cTe0Ieil KOHTPOIbHBIX (HEMH(DUIIMPOBAHHBIX) U
uHUIUPOBaHHBIX Pba (1Boe CyTOK mociie MHOUIMPOBAHUSA) PACTEHMM, a TaKxke
dbpakuuii, MOJy4eHHBIX aHAJTOTHYHBIM CIIOCOOOM U3 KJIETOK Pba, BBIPAILIEHHBIX in
vitro (b6akTepuu KyJbTUBUPOBAIM Kak OINHUCAaHO B pazaeine 2.2). B kadecTtse
MCXOJHOTO MaTepuaia UCIOJIb30BaIN JIUOO 3 T paCTUTENbHBIX TKaHEH, JTMO0 OKOJIO0
3x10' knetox Pha (3T0 KOJTHYECTBO MPHMEPHO B 5 pa3 MPEBBINIACT KOIMYECTBO

KJIETOK maToreHa B 3 r uHUIMpoBaHHOTO pacTeHus). bydep-skcrparupyemyio
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(dbpakiuio nojaucaxapuaoB BbIACISUIN, KaK ONMKUCaHO B pazzaene 2.12.

[lonucaxapuasl  Oydep-skcTparupyemoir  ¢pakuud  pacTBOpSUIM B
JIEMOHU3UPOBAHHON BOjE, Tocie 4Yero kK pactBopy mobammsuim KOH no 4 N
KOHIICHTpAIlMM W WHKYOMpOBaJIM B TeUeHHE 12 4YacoB MNpU KOMHATHOM
temriepatype. 3areM pH pactBopa moBogmnu no pH 1,0 ¢ momouisio constHOM
kucnoTel.  [locme  BbicymmBaHusi ~ 0o0pa3uoB  (DEHOJBHBIE  COEAUHEHUS
skctparupoBaiu 80 % mertanosom B TedeHue 30 munyt npu 80 °C. [lanee oOpasiisl
nentpudyruposanu (12000 g, 15 MuH); cynepHaTaHT OTOMPAIIH, BBHICYIIIUBAIN TPH
30 °C; o6pasubl pactBopsuin B 80 % MeTaHoe Tiepe]] HAHECEHUEM Ha KOJIOHKY.

Ananus (EHONMBHBIX  COETWHCHUI MPOBOIUIIH C MOMOIIBIO
xpomartorpaduueckoit cucrembl BioLogic DuoFlow Pathfinder (Bio-Rad, CIIIA)
Ha konoHnke SYNERGI 4u Polar-RP (Phenomenex Inc, CIIIA). Dmromuio
coeMHEHUN mpoBoawid B rpagueHte Mmeranona (10 — 60 %). Ilormormenue
pPETUCTPUPOBAIM TIpU JyIMHE BOJHBI 260 HM. CkopocTh amtouuu coctasisia 0,5
MJI/MUH. B KkadecTBe CTaHIApTOB  HCMONB30BaJIM  TajUIOBYIO  KHCIOTY,
XJIOPOT'€HOBYIO KUCIJIOTY, SMUKATEXUH, (EePYyTOBYIO KUCIOTY, KyMapOBYIO KHUCIIOTY,

PYTHH, KBEpLUTPHH, KBEPLUTHH.

2.15. Jlerekuusi akTUBHBIX (JOPM KHCJIOPOJA HA Cpe3axX PacTeHMH ¢

NMOMOIIbI0 BUTAJIBHOIO Kpacures 2',7'-nuxjaopodayopecunt quamnerara
JUiss neTekuuy akTUBHBIX (OpM KHUCIOpona CHeTaHHBIE BPYYHYIO CPE3bI
cTebsiel KOHTPOJBHBIX U MHQUIMPOBAHHBIX Pba pacTeHuil (IBOE CYTOK MOCie
uH}HUEpoBaHus) obpadarsiBani 10° M pactBopoM 2',7'-IHXI0pOdIyOpecIH
nuanierara (2',7'-Dichlorofluorescin diacetate, Sigma, CIIIA) B 0,1 M Na-
dbocharaom 6ydepe, pH 7,4 B COOTBETCTBUU C PEKOMEHAAIIUSIMH TPOU3BOIUTEIIS.
Jlanmee cpesbl TPIKIBI IPOMBIBATIN TeM ke OydepoM, IepeHOCHIN Ha TIPEeIMETHBIC
CTeKJIa W  aHaJU3UpPOBAIM C  TOMOIIBI0  JIA3ePHOTO0  KOH(OKAIBHOTO
dbnyopecuentHoro Mmukpockomna (LSM 510 Meta; Carl Zeiss, Jena, Germany) npu

JUTMHE BOJIHBI BO30Yk1eHust 488 um u smuccuu 503 — 550 aHm.

Hns nposepku crnenuduyHoctu aerekiuu ADPK npu nomoum 2',7'-
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IUxJI0podayopeciil AualeTaTa 4acTh CpPE30B PAcTEHUM Nepel OKpalluBaHUEM
tedenue 30 — 60 mMuHyT 0OpabaTbiBaIu CYyNEpOKCHIIMCMYTa30M WU KaTajla3ou

(Sigma, CIIIA) B xonuenTpauusx 0,67 mr/mia u 0,038 Mr/mMKi1, COOTBETCTBEHHO.

2.16. CratucTnueckass 00padoTka JaHHBIX
CratucTUYeCKU aHAJIN3 JAHHBIX MPOBOAUIN C MPUMEHEHUEM CTAHAAPTHBIX
MaTeMaTUYeCKUX METOAOB  (pacyeT CpeAHEKBaJIpaTHUYECKOro  OTKJIOHEHHS,
CpaBHeHHME cpelHHuX mo Kputeputo CThIOJEHTa) cpencTBamMu nporpamm Microsoft
Excel-2000. Kpurtepuii BepostHoctu P<0,05 mnpuHUManu TOCTATOYHBIM IS

IIOCTOBCpHOﬁ Pa3HUIIbI OINBITHOMN U KOHTpOJIBHOﬁ I'pyiin JaHHbIX.
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I'nmasa 3. PE3YJIBTATBI U UX OBCYXKJIEHUE
3.1. lunamuka Tutpa KjieTok Pectobacterium atrosepticum SCRI1043 B
pacrenuu-xo3siune (Nicotiana tabacum)

B Hactosmelr pabore B KauecTBe MOJIeM HaMU ObUla MCIOJb30BaHA
naToJiorMyeckasi CHUCTeMa, BKIIouarolas pacteHus Tabaka (Nicotiana tabacum
copt «Hawana») u ¢urtonmarorennyrwo Oakteputo Pectobacterium atrosepticum
SCRI1043 (Pba). DTOT mTaMM MHUKpPOOpPraHU3Ma IMpPOSIBISII BUPYJICHTHOCTH B
OTHOIIEHUH pacTeHud Tabaka. [locie HaHeceHUs OakTEpUANbHBIX KIETOK Ha
MOBEPXHOCTh pacTeHHs (Mma3yxa JucTa B cepeiuHe crelis) y XO3siMHa
MIPOUCXOJIUIIO Pa3BUTUE CUMITOMOB 3abosieBanus. Yepes 1 — 2 cyrok mocie
uHpunupoBanuss B cpeaHeM y 70 % pactenuit B o00yiacTd UHOUIMPOBAHUSA
MOP(OJTOTUYECKU BBISBIISIACH 30HA, B KOTOPOM MPOUCXOAMIIA Mallepalius TKaHeH U
Hekpo3 kieTok (puc. 1Bb). Pasmep 3Tol 30HBI CO BpEeMEHEM YBEIUYUBAICS, U
IPAaHULIBl  TOBPEXACHHOM TKaHM pacHpoCTpaHsIMCh MO CcTeOnmo B 00oHX
HanpaBieHusx. Yepes 4 — 5 cyrok pacrenus norudanu (puc. 1, B). Oxono 30 %
pacTeHuil He MPOSBISIIM CUMIITOMOB 3a00J€BaHUs TTociie MHPUUuUpoBaHus Pba; nux
aHanu3 MpoBOAMIN TU(PEpPeHIIMPOBAHO OT OCHOBHOM Macchl MH(PUIMPOBAHHBIX
pactenuii (cM. pazzaen 3.3.5).

[lepBbIM U3 OXapaKTEPU30BAHHBIX MAPAMETPOB MPHU OMUCAHUU HCCIETYEeMOM
MAaTOCUCTEMBbl OBbUT y4eT TUTpa KIeTOK Pha in planta, a Takxe B pacTUTEIbHBIX
ocTaTKax Mocje TMOenu pacTeHHs-X03auHa. [ 3Toro ObLJIO MCMOJIB30BAaHO JBA
nmoaxoja: mojacuer Tutpa kosonueoopasywmux eaunul (KOE) u TuTpa reHoOMHBIX
kormuit (I'K) ¢ momompio konumuectBenHoro I1I[P-ananms3a. B kadecTBe KOHTPOJIS
OpU  OMNpeAeNIeHUH TUTPOB KIeToK Pha in planta ObIM  UCHOJIB30BAHBI
HenH(UIMpPOBaHHbIE pacTeHus: Tabaka; B 3ToM ciyyae Tutpel KOE u 'K Bcerna
OBLIM HIDKE IETEKTUPYEMbIX 3HAYEHUH.

B mnepBbie Tpoe CYTOK MOCi€ HHOKYJSLMU KOJIMYECTBO KIETOK Pba B
pacTteHusix Tabaka, ompezaensieMoe no mnokazarensiMm TUTpoB kak KOE, tak u 'K
BO3pacTayo 0oJjiee yeM Ha yeThIpe mopsiaka BenuuuH (puc. 2). Jlanee 10 AeBATHIX

CYTOK KOJIMYCCTBO KIJICTOK 6aKTCpI/II7I HC HU3MCHAJIOCH. I[JISI TOTO YTOOBI OLCHHUTD



Puc. 1. Buemnmii Bua pacteHuid Tabaka (Nicotiana tabacum),

uHuupoBanubix Pectobacterium atrosepticum SCRI1043. A — KOHTpOJIbHOE
HeMHUIMpoBaHHOe pacteHue. b, B — pacTenus uepe3 ABOE W MATh CYTOK IOCIIE

MH(UIMPOBAHUS, COOTBETCTBEHHO.

1,00E+11 -
2  1,00E+10 -
o
I
A
S 2 1,00E+09 -
E g
£ 5
® = 1,00E+08 -
Q Q
st
¥ = 1,00E+07 -
m
S 1.00E+06 -

1,00E+05 -

NHokyn 1 2 3 9 20 30 60
Bpems (cyTkum)

Puc. 2. Jlunamuka tutpoB KOE (ceppie cTONOIBI) U TEHOMHBIX KOIHI
(uepubie ctonOubl) Pectobacterium atrosepticum SCRI1043 B pacTeHUH-XO35IMHE
(Nicotiana tabacum). VITHOKyn — KOJIMYECTBO KJIETOK B HHOKYyJsTe (B 10 MKMN).
[IpencraBieHHbIC 3HAYCHUS SBISIIOTCS MEIWAaHAMH, PACCUUTAHHBIMU 10 YETHIPEM
HE3aBUCHUMBIM JKCIIEPUMEHTaM B 4YeThIpeX OHMOJIOTHYECKHX MOBTOPHOCTAX. B

KadecTBe pazdpocoB ykaszansl 0,025 u 0,975 nepcenTumnu.
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U3MEHEHHE TUTpa KIETOK IaToreHa B PACTUTEIBHBIX OCTaTKaX, OMpe/esieHue
nokazarened tutpoB KOE um I'K mpoBogunu Bmiote n0 60-X cyTok mocne
unpunupoBanuss. C 20-x go 60-x cyrok tutp KOE cHmwxancs pgo
HeZeTekTupyeMbix 3HadeHuil. [lpu stom tutp 'K coxpansics Ha 3HAYMTEIHHOM
ypoBHe 1 coctapisit 9,4x107 — 1,6x10° TK/mn (puc. 2).

Coxpanenue Bbicokux 3HaueHnid tTutpa ['K npu nynesom tutpe KOE moxer
OBITH CBSI3aHO JUOO ¢ TUOENbI0 onyJsuu Pbha, HO coxpaHeHHeM OaKTepuaaIbHOU
JJHK B pacTutenbHbIX TKaHSIX, JUOO0 C MEpexoJ0oM MHUKPOOHBIX KIETOK B
KU3HECIIOCOOHOE, HO  HEKyJIbTHUBHUpyemMoe coctosiHue. IlepBas mnpuuumHa
MPEICTABIACTCS MaJIOBEPOSITHOW B CBSI3M C TE€M, 4YTO 1) paspylieHue KIETOK
pacTeHuil M rubenab OaKTEPUAIbHBIX KJIETOK MpPUBENH Obl K BBICBOOOXKIEHUIO
OOJBIIOr0 KOJMYECTBA HYyKJI€a3, 4To crocoOcTBoBaio Obl pazpyuenuto JIHK u
auHaMUYHOMY cHibkeHuto Tutpa ['K; 2) rubenps OakTepuanbHON MONMYJIALMH MOCIIE
rubenn Xo3siMHa MPOTUBOPEUUT MPEACTABICHUSIM OO0 OKOJOTMU NaTOrE€HHBIX
OakTepuii, Tak KaK 3aBeplICHHE MOMYJISLUMOHHOTO LHKJIA MUKPOOOB B paMKax
OHTOT'€HETHUYECKOTO0 pPa3BUTHs OpraHM3Ma XO35MHA CBS3aHO C pacceJIeHUeM
MUKpPOOPraHU3MOB U/UJIU UX TEPEXO0JIOM B MOKOSIIEECs] COCTOSHUE.

Opna u3 ¢hopm Nokost GaKTepUAIbHBIX KJIETOK COMpsIKEHa C UX MEePEX0/IOM B
KU3HECIIOCOOHOE, HO HEKYJIbTUBHPYEMOE COCTOSIHHE, B KOTOPOM OHHU TEPSIOT
CHOCOOHOCTh (POPMHUPOBATH KOJOHMU Ha CTaHAAPTHBIX MUTATEIbHBIX Cpeaax.
[locne cnenuanbHBIX MPOLEAYP «OXKUBJICHHS», T.€. BBIBEJCHHS KIETOK U3
COCTOSIHUS TOKOS, 3Ta CIOCOOHOCTh BoccTaHaBnuBaeTcs (pazzaen 1.2). [ockonbky
HEKYJIbTUBUpYEeMble (opMbl Pbha Oblu panee onucanbl in vitro (I'opmikoB u ap.,
2009), MBI IPEATIONOXKIIN BO3MOXKHOCTh IIepeXo/ia KIETOK Pba B 3TO COCTOSTHUE in
vivo mociie Tudenu pacTeHus-xo3siuHa. i1 mpoBepKU 3TOTr0 MPEANOI0KEHHUSI HAaMU
ObLT CMOJAENMPOBAH Psi  MPOLEAYP «OXKHUBICHHUS» KIETOK Ha OCHOBE
OIMyOJIMKOBAaHHBIX PaHee MPOTOKOJIOB.

[lepBass mpouenypa, Kotopas Obula paHee NPOIJEMOHCTPUpPOBAHA Kak
s dexruBHas mist Pba (I'opumikoB u ap., 2009), 3akirodanack B OTMBIBKE KJIETOK

(roMoreHata OCTaTKOB HH(UIIMPOBAHHBIX pPACTCHHI) B O€3yriiepogaHO#l cpene u
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JalbHEHIIeM BBICEBE Ha NHTATeIbHYIO cpemy. CoriacHO BTOpOH, TOMOTeHAT
OCTaTKOB HMH(DHIIMPOBAHHBIX PACTEHWH HHKYOMpOBajdW B TEUYCHHE JBYX CYTOK B
KHUJIKOW MTUTATEILHON Cpeie, MOCIe Yero TAKXKe MPOBOIWIN OaKTEPHATbHBIA BHICEB
(IIneeBa u gap., 2003). Tperbss mpouenypa 3akirdaniack B WHOHUIIUPOBAHUU
HEKYJIbTUBUPYEMBIMH KJIETKAMH WHTAaKTHBIX PACTEHUH: TPHU ITOM TOMOTEHATHI
OCTaTKOB MH(HUIIMPOBAHHBIX PACTCHHII HAHOCHIN Ha CTepuiIbHBIE pacTeHus (Grey,
Steck, 2001). B pamkax d4eTBepTOW MNpoOLEAYpHl, OCTATKH HWHOUIMPOBAHHBIX
pacTeHuii 3aMOpaKMBalu W BbLIEpKHBaIM Npu Temmepatype —18 °C B TedeHme
Mecsa. 3ateM o0pasipl OTTaMBaIM TMPU KOMHATHOW Temmeparype. OmHy YacTh
oOpaslia pacceBajii Ha MUTATENbHYIO Cpeay depe3 2 yaca MOcie OTTauBaHUS, a
Apyrylo — 4epe3 aBoe cyTok. [lepen mpoBeneHneM MpoIenyp «OXUBJICHHS» YacTh
PaACTUTENBHOTO JeOprca OT KKIOTO U3 MPOAHATU3UPOBAHHBIX 00pa3IlOB BHICEBAIH
Ha TUTATEIBHYIO Cpeoy W TMOATBEPXKAAIW OTCYTCTBHE B HUX MposMdepaTHBHO
aKTUBHBIX KJIETOK Pba 10 dTama «OXUBICHUS.

[Tocne mpoBeneHWs TEPBOrO BapUaHTa «OXKUBICHUS» BOCCTAHOBIICHHE
KOJIOHHEOOpa3yromieil cnocoOHOCTH KIEeTOK Pha MPOUCXOAUIIO, HO JIMILb B TPEX U3
26 TpoaHAIM3UPOBAHHBIX 00pa3moB. BTopoil m TpeTtuii BapuaHTHI BOBCE HE
MIPUBOIWIM K OkugaeMoMy b dekry.

[Tockonmbky apean pacmpocTpaHeHusi Pba BKIIOYaeT 30HBI YMEPEHHOTO
KIIUMaTa, MPUPOAHBIE MOMYIISIIIUN 3TOTO NMAaTOTeHa MOABEPKECHBI CE30HHBIM ITHKJIaM
U BO3JICHCTBUIO OTPHUIATEIBHBIX TeMiepatyp. [loaTomMy, MBI MPEANONOKIIN, YTO
CTpecC MpHU IHKJIEC 3aMOPAKUBAHUSA-OTTAMBAHUSA KIETOK MOXET HWMHUTHPOBATH
€CTECTBEHHYIO CHTYAIlMI0 M CTUMYIUPOBATh BBIXOJ KIETOK M3 TOKOSIIETOCS
coctostHHsI.  JIeHCTBUTENBHO, TIOCIE 3aMOPaKMBAaHUSA-OTTaWBaHUsA (YETBEPTHIU
BapHaHT MPOLEAYPHl «OXUBICHUA»), B 10-tu m3 30-TM mpoaHaTM3WPOBAHHBIX
00pasloB TUTP KICTOK BOCCTAHABIHMBAICA C HYNEBBIX 3HadeHHi g0 5,3x10° —
1,7x10° KOE/rpamm. IIpu 5TOM /15t ITOJIOBHHBI M3 3TUX 00Pa3IOB BOCCTAHOBICHHE
TUTPa KOJIOHHUEOOPA3yIOUUX SAMHUII TIPOMUCXOANUIIO B TEUCHUE MEPBBIX JBYX YacOB

II0CJIC OTTauBaHMU:.
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B cnyuasx, korga npoueaypa «0KUBJICHUS» NPUBOAUIA K BOCCTAHOBICHUIO
tutpa KOE B anamusupyembix oOpasmnax, 10 ciayyailHO BBIOpaHHBIX KOJOHHMNA
tunupoBanu mpu nomomu [P ¢ npaiimepamu u 30HIaMH, celUOUUHBIMUA IS
JHK Pba (Gorshkov et al., 2014). Bce mpoananu3upoBaHHbIE TaKUM OOpa3oMm
KOJIOHHUU COOTBETCTBOBaM Pba.

Jlns mpoBepKU TOro, MPUBOJMUT JM OOpATHMBIN Tepexoj KiIeTok Pba B
HEKYJbTUBUPYEMOE COCTOSIHUE K HEOOpaTMMOMY HW3MEHEHHUIO BUPYJIECHTHOCTH
OakTepuili  TATH  KOJOHUH,  CHOPMUPOBABIIMUXCA  TOCHE  «OXKUBIICHUS
HEKYJbTUBUPYEMBIX KIETOK Pba, WHOKYJIHPOBAIM B MHUTATEIBHYIO Cpeay,
KyJbTUBUPOBAIM B TeUeHUE 16 4acoB, U MOJYyUYCHHBIE KYIbTYPbhl UCIOIB30BATH IS
uHuImpoBaHus pacTeHuid. Bce mpoTecTUpoBaHHBIE TaKUM 00pPa3oM KYJIbTYPHI
MIPOSIBIISLIIN BUPYJICHTHOCTh Ha YPOBHE J1a0OPAaTOPHBIX KYJIBTYP, BBIPALIEHHBIX Ha
MOJHOUEHHBIX MHUTATENbHBIX cpenax. CreaoBarelibHO, TOCJIE  PEBEPCHU
HEKYJbTUBUPYEMBIX KJIETOK Pba B miponudepaTUBHO AaKTUBHOE COCTOSHUE
BUPYJICHTHOCTh OAKTEpUM COXpaHsIACh.

Takum  oOpa3oM, HaMH MPOJEMOHCTPUPOBAHO, UYTO  3aBEpIICHUE
MONYJISIITAOHHOTO LHKJIa Pba B opraHu3Me pacTeHHUs] COIPSIKEHO C IMEePeX0Ja0M
OakTepuadbHBIX KJIETOK B KHU3HECIIOCOOHOE, HO HEKYJIbTUBHpPYEMOE cOCTOsiHHE. B
MoJib3y TOro, uro BocctaHoBieHue TUTpa KOE Pba B pacTUTENBHBIX OCTaTKax
CBSI3aHO HMMEHHO C «OXKHUBJICHHEM» IOKOSIIUXCA KIETOK, a HE C JICJICHUEM
CIUHUYHBIX  OakTepuii,  COXpaHUBIIMX  MNPOIUPEPaTUBHYIO  AKTUBHOCTb,
CBUJICTENILCTBYET Pl (pakToB. Bo-mepBbIX, MpH MpOIEAype «OKUBICHUS» OBLIA
WCIIOJB30BaHbl TOJILKO O0pasibl, MJi1 KOTOPBIX OBUIO 3KCIEPUMEHTATLHO
MOATBEPKACHO OTCYTCTBUE KYJIBTUBHUPYEMBIX KJIETOK B Hauaje dKcrepumeHTa. Bo-
BTOPBIX, B psge oOpasunoB BoccraHoBieHue Tutpa KOE mnpoucxoamno oueHb
nuHaMuyHo. Tak, B HekoTopeix BapuaHTax TuTp KOE Bo3pactanm ¢ Hy/neBBIX
3HAYECHUNU 10 5,3><103 — 1,7><106 / TpamMm 3a naBa yaca. Takas JIMHaAMUKa
cooTBeTcTBYeT 12 — 20 npeneHusM, Wik JAENEHUIO Kaxaple 6 — 10 MuH, 4TO,
0e3yCJIOBHO, TIPEBBIMIACT (PU3UOTIOTUUECKHE BO3MOXKHOCTH Pba. B-tperbux,

JOITIOJIHUTCIIBHOI'O CY6CTpaTa, CHOCO6CTBYIOI_HCFO BOCCTAaHOBJICHHUIO
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nponudepaTUBHOW aKTUBHOCTH KIJIETOK, MPH TPOIEAYPaX «OXKUBJICHHS» HE
n00aBmsIM (32 MCKJIIOYEHHEM BTOPOTO U TPEThETO BapHaHTa, B peE3yJbTaTe
KOTOPBIX BOCCTAaHOBIICHUS MPOJIM(EepaTUBHONW aKTUBHOCTH OaKTEPHATBHBIX KIETOK
HE TIPOUCXOJINJIO).

[lexToOakTepuu TpHUHAIISKAT K OJAHUM H3 Hambolee WHTCHCHBHO
U3yd4aeMbIM (UTONATOTeHAM BCIEACTBHE WX 3HAYMTENIBHON BpeqoHOCHOCTH. llpum
3TOM OOJIBIIMHCTBO MCCIIEAOBAHUI COCPETOTOYCHO HA pacHIM(PpPOBKE MEXaHU3MOB
perymsuuu WX BUPYICHTHOCTH. CnocoObl BBDKMBAHHS JTUX OakTepuil BHE
OpraHM3Ma XO3SMHA OCTalOTCS HaWMEHEe HW3YUYEHHBIM AacleKTOM WX 3KOJOTHUHU
(Charkowski et al., 2012). ObHapyxeHHOE€ HaMU 00pa30BaHUE HEKYIbTUBUPYEMBIX
dbopM Pba B pacTHTENBHBIX OCTaTKaX B paMKaxX MOMYJSAIIHOHHOTO IHWKIa B
OpraHM3Me XO3siMHa, 10 BCEH BEPOSTHOCTH, OTpa)kaeT OJHY W3 CTpaTeruit
MEPEKUBAHUS BHEBETETAIMOHHOTO IEPHOJa B E€CTECTBEHHBIX YCJIOBHSX, B TOM

qUCJIC IIPpU BO?;JICﬁCTBPIPI OTPULATCIIBHBIX TCMIICPATYP.

3.2. DeHOTUNIMYECKAS PA3HOPOAHOCTH KJIETOK Pba: BiinsiHMe yca0BHit
KYJbTHUBMPOBAHUSA HA YJIbTPACTPYKTYPY OaKkTepuid

OpHa W3 KIIOYEBBIX JANTHUBHBIX CTpPATErMil MUKPOOTaHU3MOB CBSI3aHA C
dbopMHpoBaHUEM CHEIUATU3UPOBAHHBIX KIETOYHBIX (OPM, MPUCHOCOOIECHHBIX K
OTIpEJICTICHHBIM BHEIIHUM YCJOBHAM (pazaen 1.2). OpraHus3m pacTeHUs-XO035MHa,
COCTOSIIIMH W3 MHOXECTBA KIETOK, pazlUYaronuxcs Mo (U3MKO-XUMUYECKUM,
TpOPUUECKUM MU UMMYHHBIM CBOWCTBaM, MPEACTABIIIET COOON OYEHBb CIOXHYIO U
IUHAMUYHYIO cpefy Uil SHIAOPUTHBIX MHUKpoOOpraHuzMoB. I[loatomy Mbl
MPEANOI0KUIN, YTO CIOCOOHOCTh K (POPMHUPOBAHUIO ATbTEPHATUBHBIX KIETOYHBIX
dbopM, ananTUpPOBaHHBIX K YCIOBUSM pa3HBIX «KOMIAPTMEHTOB» PACTEHUS-
X035IMHA, MOXET OBIThb Ba)XHBIM AacCIMEKTOM, OOecreyuBalomuM (OpMHUPOBAHUE
PacCTUTENIbHO-MUKPOOHBIX MaTocucTeM. J{Jisi TOro yToObl OLEHUTH MOTEHIUATBHYIO
CIOCOOHOCTh MEKTOOaKTepuil K GOPMUPOBAHUIO PA3HOPOAHBIX KIETOYHBIX (QOpM,

MbI CPaBHWJIN YIIBTPACTPYKTYPY KIETOK Pha B pslie MOACIBHBIX KYIbTYp in Vitro.
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B nameii naboparopun pa3paboTaHO HECKOIBKO TECTOBBIX CUCTEM, B paMKax
KOTOPhIX  OXapaKTepU30BaHO  HW3MEHEHUE  Pa3IUYHbIX  (HU3MOJIOTHUUECKUX
napameTpoB KIE€TOK Pba (MpOAyKTUBHOCTH CUHTE3a (PAKTOpPOB BUPYJIECHTHOCTH,
YCTOMYMBOCTH K Pa3IMYHBIM CTPECCOBBIM (hakTOpaM, HHTEHCUBHOCTU JKCIPECCUU
I€HOB, OMNpPEICISIONIMX BUPYJIEHTHOCTh M CTPECCOYCTOMYMBOCTH). B HacTosieM
UCCJIEIOBAHUM C MCIOJIb30BaHUEM JTUX TECT-CUCTEM Mbl MPOAHAIU3UPOBAIU
BO3MOXHOCTh MOJAM(PUKALUM YIbTPACTPYKTYPhl KJIETOK Pba mpu U3MEHEHUU HX
¢usnonornyeckoro craryca. Illpu 3ToM oneHuBanum Mopdosioruio KieTok Pbha,
KyJIbTUBUPOBAaHHBIX 1) B TNPUCYTCTBUU METAOOJMTOB pACTEHUSA-XO35MHA; 2) B
YCIIOBUSAX TOJ0JIaHUA MPU PATHYHBIX INIOTHOCTAX OaKTEpUATIbHON MOMYJISLIHH.

W3BecTHO, YTO MPHUCYTCTBUE B Cpele METabOIUTOB pPACTEHUU BIMSET Ha
CEHCOPHO-PETyJSITOPHbIE CUCTEMbI (DUTOMATOTCHHBIX OAKTEPHl, YTO MPUBOAMUT K
aKTUBALIMK TPOAYKIUHU (PAKTOPOB BUPYJIEHTHOCTU. TakK, MEKTUHOBBIC BEIIECTBA
CILy’KaT JJIsl MeKTO0AKTepuil He TOJIBKO POCTOBBIM CyOCTpPaTOM, HO M aKTUBATOpPaMu
CUHTE3a JKCTPAKJIETOYHBIX (DEPMEHTOB, pa3pyIIAOIMMUX KIETOUYHYIO CTEHKY
pacTteHuil. Posib MHIYKTOPOB SKCTPAKIECTOYHOM TMEKTATIMa3HOW aKTUBHOCTH Pba
TaK)K€ UIPalOT BOJOPACTBOPUMBIC, HU3KOMOJIEKYJISIPHbIE METAa0OJUTHI PacTeHHI,
XUMHYECKasi CTPYKTypa KOTOpbIX TMOKa He pacmudpoBaHa. JleiicTBue 5>THX
MEeTa0O0JMTOB U TMEKTUHOBBIX BEIIECTB CHHEPIMUHOE, MOCKOJIBKY MaKCHUMAaJIbHBIN
YpOBEHb MEKTATINAa3HOM aKTUBHOCTU ObLT 3a(DUKCHUPOBAH MPU KYJIbTUBHUPOBAHUU
OakTepuil Ha MEKTMHE B NPHUCYTCTBUM HU3ZKOMOJEKYJISIPHOW (PpaKIUU BOJHOTO
skcTpakTta pactenuit (Tarasova et al., 2013).

B Hamux uccieoBaHusAX Mbl IPOAHATIM3UPOBAIIN, COMPSKEHA JIU TO100Has
MHIYKIUS CHUHTE3a KIIOYEBBIX (DAKTOPOB BHUPYJIEHTHOCTH C HM3MEHEHHUSIMU B
yIBTPACTPYKType KiIeToK Pba. B kauecTBe KOHTpOJIeH ObLIM UCTIOJIH30BAHBI KIETKU
Pba, BblpalieHHbIE B CTaHIApPTHBIX YCJIOBHUSX: Ha TMOJHOIEHHOW MUTATEIbHON
cpene Luria-Bertani (LB), a takke Ha muHepanbHO#l cpene IM, pomonHeHHOU
nektuHoM (0,2 %; Sigma, CIIIA) B kauecTBe UCTOYHUKA YTIIEPO/Ia.

Knerku Pba, BblpameHHble Ha cpeae LB, kak W 0Xuaaioch, UMeEIU

TUNIUYHYIO YAbTpacTpykTypy (I'opmikoB u ap., 2009; Petrova et al., 2014):
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najgoukoBuaHY0 (opmy, pasmep 0.8-1.0%2.3-2.5 MKM, XOpOIIO BBIPAXKEHHYIO
Hapy>KHYI0O W UIUTOIUIa3MaTUYECKyl0 MeMOpaHbl, Iu(PY3HO pacHoIOKEHHBIN
HYKJIEOUJ W Yy3KOe MepuIuiazMaTuyeckoe mnpoctpaHcTBO (puc. 3A). Takas ke
yIBTPacTpyKTypa OblIa XapakTepHa Mg KJIETOK, BbIpallleHHbIX Ha cpene IM
(aHHBIE HE MPECTABICHBI).

JloGaBneHne B cpeay KyJIbTUBUPOBaHUS OakTepuil BOJOPACTBOPHUMBIX
HU3KOMOJIEKYJISIPHBIX META0OJMTOB PACTEHUN MPUBOAWIO K M3MEHEHUSM B
yIABTpacTpykType kietok Pba (puc. 3b). LluTonnasma KJI€TOK CTaHOBUJIACh MEHEE
AIIEKTPOHOIUIOTHOM; B HEM B MEHbIIEH CTENEHHU BBISABIISIIMCH KOHICHCUPOBAHHbBIC
30HBI B 00JIaCTH HYKJIEOUa, YEM B KJIETKaX, BbIpallleHHbIX Ha cpeaax LB u IM. Ha
nepudepur  KIETOK, KYJIbTUBUPOBAHHBIX B TMPUCYTCTBHUM PACTUTEIBHOTO
AKCTPAKTA, BBISBISIMCH HEOOJBIINE Be3UKYJsipHbIe oOpazoBanus (puc. 3b, B). Tlo
yIABTPACTPYKTYpe 3T 00pa30oBaHUsl HATOMUHAIA MEMOPAHHbBIE BE3UKYJIbI, ITUPOKO
ONMMCAaHHbIE [IJII MHOTMX TMpeJICTaBUTENed MNpo- U 3dykapuoT. B nurepatype
MeMOpaHHbIe  BE3UKYJbl  pPAacCMaTpPUBAIOTCS  KaK  MHOTOQYHKIMOHAIbHBIC
CTPYKTYpPbI, OTBETCTBEHHbBIE 32 TPAHCIIOPTUPOBKY OEIKOB, TOKCUHOB, HYKJIEHMHOBBIX
KHCJIOT, pakTopoB BUpyJeHTHOCTU U T.A. (McBroom, Kuehn, 2007; Ellis, Kuehn,
2010; Deatherage, Cookson, 2012). BeposiTHO, 4TO B Cilydae, OMUCHIBAEMOM HaMH,
M01I00HBIE BE3UKYJIbI YBEIUYMBAIOT UHTEHCUBHOCTH TPAHCIIOPTA DKCTPAKIETOUHBIX
(dhepMeHTOB Mpu UX CBepXNpoAyKiuu. Kak yka3pIBajgoCh BBIIIE, CBEPXITPOTYKITUS
AKCTPAKJIIETOUHBIX (EPMEHTOB TIpU KYJbTUBUPOBAHUU Pba B TPUCYTCTBUH
HU3KOMOJIEKYJISIPHBIX METa0OJIUTOB PACTEHMSI-XO3iMHA Oblla OINUCaHa paHee
(Tarasova et al., 2013).

Hpyroii 0COOEHHOCTBIO KIETOK Pba, KyIbTUBUPYEMBIX B MPHUCYTCTBUU
HU3KOMOJIEKYJISIPHBIX ~ METa0OJIUTOB  XO35iMHA, ObUIO YBEJIMYEHHE pa3Mepa
NEePUIIa3MaTHYECKOTO MPOCTPAHCTBA. ITa OCOOCHHOCTH  YJIbTPACTPYKTYPHI,
BEPOSITHO, TAK)KE€ MOXKET OBITh CBsI3aHA C BBICOKOM MPOJYKTUBHOCTBIO CHHTE3a
NeKTaTiaua3 KieTkaMu Pba. PaznojkeHne MEKTUHOBBIX BEIIECTB MEKTOOAKTEPUSIMU
MIPOMCXOJIUT B HECKOJIbKO cTaauil. Ha mepBoit cranuu, pepMeHThI, paciiervisionue

I10JI1- u oJIMrocaxapuasbl, TPAaHCIIOPTHUPYIOTCA nu3 OUTOIIJIa3MbI B
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Puc. 3. TpancmuccuBHasi Mukporpadus cpe3oB KiIeTok Pectobacterium
atrosepticum SCRI1043. A — kneTku, BeIpalieHHble Ha cpene LB; macmiraOHas
nuneiika 0,5 MxM. B — kietku, BeipamieHHsie Ha cpene IM, comepxameit 0,2%
nekTuHa (Sigma) W MeTabOJUTHl HU3KOMOJEKYJSPHOW (pakiuu BOJHOTO
OKCTpaKTa pPACTUTEIBHBIX TKaHeW; MacmTabHas mauHedika 0,5 mMxkm. B —
yBEIIMYEHHBINH (hparMeHT, BbIACICHHBIN Ha pucyHke b; macmtabHas nuHeika 0,2
MKM. CTpenkoii 0003HaUY€HO YBEJIMYEHHOE MNEPUIIa3MaTHYECKOE MPOCTPAHCTBO.

JIBoliHas cTpeika yKa3bIBaeT Ha BE3UKYJISIPHbIE 00pa30BaHUS.
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MEPUTIIIA3MaTHIECKOE MPOCTPAHCTBO C MOMOIIBI0O OCHOBHOT'O CEKPETOPHOTO MYTH.
Yacte »>THX (HEpMEHTOB W3 MEPUILIA3Mbl CEKPETHPYETCS B OKPY)KAIOIIYIO CPEIy.
DKCTpaKJIeTOYHbIe (PEPMEHTBI MHKPOOPTAHU3MOB TPHUBOMAT K JICTIOMMEpPHU3AITUN
CJIOXHBIX TIOJINCAXapHJIOB PacTCHUS W OOpa30BaHUIO OJUTOMEPHBIX IMPOIYKTOB,
KOTOPBIC TPAHCIIOPTHPYIOTCS B MEPHUILIa3My OaKTepHUaTbHBIX KIETOK. OIUroMepsl,
B CBOIO O4Yepe/ab, pa3pylIaloTcs A0 OU- U TPUMEPOB C IMOMOIIBI0 (hepMEeHTOB,
JOKAaM30BaHHBIX B  TEepUIDIa3MaTHYecKoM mpocTpaHcTtBe. llociae  aToro
HU3KOMOJIEKYJISIPHBIC OJIMTOCaXapHUbl IIEPEHOCATCS B ITUTOIIA3MY U OKHCIISIOTCS B
nporiecce apixanus (Salmond, 1994; Lory, 1998; Corbett ef al., 2005; Davidsson et
al., 2013). YuuteiBass TO, 4TO J00aBlIeHHE HU3KOMOJEKYISPHBIX METa0O0JIUTOB
pacTeHUil MPUBOAUT K MAKCUMAaJbHON MHIYKIIMM TEKTATIWA3HOW aKTHUBHOCTH B
kyneTrypax Pba (Tarasova et al, 2013), B cpene KyJIbTUBHUPOBAHUS JIOJHKHO
HAKalUTMBAaThCsl  OOJBIIOE  KOJMYECTBO OJUTOMEPHBIX TPOAYKTOB pacrmaja
MEKTUHOBBIX BemecTB. [IOCKOJNBKY OJIMTOMEPHI YPOHOBBIX KHCIIOT aKTHBHO
TPAHCIIOPTUPYIOTCS B MEPHUILIA3MY, MPEACTABISICTCS BEPOSITHBIM, UYTO YBEIHUCHUE
o0BeMa 3TOro KOMMapTMEHTa CIOCOOCTBYET (HhOPMUPOBAHHMIO «pe3epByapa s
HAaKOIUICHUS  TIPOMEKYTOUYHBIX TIPOJAYKTOB pacmaga cyOcTtpata, KOTOpPBIC
3aracaroTcs Ui JUTUTEIHHOTO TOAepKaHUsI METa00IM3Ma KIIETOK.

dopmupoBaHUE «OCOOBIX» KJIETOYHBIX MOP(HOTHIOB OakTepuii Yacto
MIPOUCXOJIUT MPU HEOIArONPHUSITHBIX YCIIOBHSIX CYIICCTBOBAHUS M PACCMATPUBACTCS
KaKk OJMH W3 acleKTOB CTPECCOBOTO OTBETA. 3HAYUTEIBHOE KOJIMYECTBO
WCCJICIOBAHUIA TIIOCBSIIICHO OIHMCAHUIO YJIBTPACTPYKTYPHl KICTOYHBIX (HOpM,
0o0pa3ylIuXcsi B CTPECCOBBIX ycnoBusx. K TakuM ¢opmam  OTHOCATCS
IIUCTOMOOOHBIE KIIETKH, MUKPOMYMHH, HEKYJIbTHBUPYEMBIE (DOPMBI, TPOTOILIACTBI
u cepormnactel (pasaen 1.2).

CornacHO TpaaMIIMOHHOW KOHUEMIMHA, OJHOW W3 TMEPBBIX CTaAUU
CTPECCOBOTO OTBETa OaKTepuil SBIAETCS OCTaHOBKa pocTa. ONIHAKoO, Kak ObLIO
nokazaHo Ha npumepe Pba (Gorshkov et al., 2010) u psage napyrux
MHUKpPOOPTaHU3MOB  (HCONMYOJIMKOBAaHHBIC  JIAaHHBIC),  CTPECC,  BBI3BAHHBIN

T'OJIOJaHUCM, MOXKCT OBITH COIIPAKCH C aKTHBaHHCﬁ KJIICTOYHOT'O AOCJIICHMUA. Takas
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dbopMa cTpeccoBOro oTBeTa XapakTepHa IS MOMYIILMH HU3KO# mIoTHOCTH — 10% —
10° KJIETOK/MJI, KOTOpasi HMKE TTOPOTOBOM, HEOOXOIUMOM I MHIAYKIIUU CHUCTEMBI
MEKKJIETOYHONH KOMMYHHKAIIHH.

B Hamreit pabote Mbl IpOAHAIM3UPOBAIIN, COMPSIKEHBI JIU pa3HbIe CTPATETUH
aJanTallid K HEJIOCTaTKy CyOCTpaTa, CBSI3aHHBIE C MHIYKIHMEH M C pemnpeccueit
pocta, C GOPMUPOBAaHHMEM Pa3HOPOJHBIX KJIETOK, pa3IMYarONIUXCS  TI0
yIBTPACTPYKTYPHBIM ~ XapakTepucTUKaMm. [l pemieHuss 5TOM 3agayu  ObUIH
MPOBEJCHBI OKCIEPUMEHTHI, B KOTOPBIX KJIETKH Pba WHKyOMpOBaIM B
Ge3yriepogHOi cpee ¢ pasnuuHbM TutpoM mHOKyminud (10° u 10° KOE/mn) B
TEUEHUE YEThIPEeX CYTOK, MOCIe Yero aHadu3upoBalu uUX Mopdoioruto. B sToT
MEepUoa TUTP KIETOK B KYJIbTypaX, WHOKYJIHUPOBAHHBIX C BBICOKOW IJIOTHOCTHIO
nonyssmu cHmkancst B 20 pa3 u coctasiasn 5x10° KOE/min. B cBoio ouepesp, B
KyJbTypaxX HU3KOW MUIOTHOCTU MOMYJIALNHU, TUTP KICTOK YBEJIUYUBAJICS 32 YETBEPO
cyTok B 100 pa3 no 3Hauenwuii 1,1x 10° KOE/mu.

[Nomoparomye KyJnbTyphl BBICOKOW IUIOTHOCTH WHOKYJISAIIMM COCTOSUTH U3
KJIETOK pa3iauyHoil Mopdonoruu. OHU uMenu pazHyro (GopMy (MaJo4YKOBUIHYIO,
chepuueckyro). Ux cpeguuil pasmep OTIMYAICS OT BEreTaTHMBHBIX KIIETOK,
KyJbTUBUPYEMBIX Ha Ooratoil cpeme, u cocraBmsur 0,5 — 0,7 x 1,0 — 2,0 MkM.
[utomnasma y ogHoro wmop¢oTUNa TOJOJAOIIUX KIETOK Obuta OoJiee
pa3phIXJICHHAs, MEHEee DJICKTPOHOIUIOTHAS W PaBHOMEPHO pacrpeiesicHHas II0
BcemMy o00bemy kieTok (puc. 4b). Jpyroii MopdoTumn KIeTok wumen Oosee
AJIEKTPOHOIUIOTHYIO IMTOIUIa3My, CKOHJCHCHUPOBAHHYIO B IIEHTPAJIbHOM YacTH
KJIETKH U OKPY>KCHHYIO OOIIMPHBIM TEPHUILIa3MaTUYECKUM MPOCTPAHCTBOM (pHC.
4b). Kpome TOro, B KyJbTypax BBICOKOW IUIOTHOCTH MPUCYTCTBOBAIU «KJIETKH-
MIPU3paKW», HE COJEep)Kalllhe IUTOIUIa3My M, MO BCEH BEPOATHOCTHU, SIBIISIIOLTHAECS
MEpTBBIMH, a TaK ke KJIeTOUHbIH nedpuc (puc. 4b).

KynbTypsl, Tosogatonie npyu HU3KOM HadyallbHOM THUTpPE, TaK K€ COJACpKaIH
HECKOJIBKO KJIETOYHBIX MOP(OTHUIIOB, pa3IuYaloOlUXcs MO yIbTPACTPYKType (pHuc.
4B). Pasmep wierok coctaBisii 0.4 — 0.5 x 0.7 — 1.2 MkM. Y 4acTu KIETOK

ouToIIasmMa paciojarajacb PaBHOMCPHO B KIICTOYHOM o0BeMe u
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Puc. 4. TpancmuccuBHasi Mukporpadus cpe3oB KiIeTok Pectobacterium
atrosepticum SCRI1043. A — BereraTuBHbIE KJIETKH, BhIpallleHHbIE Ha cpeae LB;
MacitaOHas nuHerka 0,5 MmkMm. B — K1eTku, ”HKyOupOBaHHBIE B TCUCHHUE YETHIPEX
CYTOK B Ge3yriaepoHoii cpene AB mpu Boicokom TuTpe nHOKywiuH (10° KOE/Mi):
1 — KJIETKH ¢ TPaHyJISPHON M MEHEE IECKTPOHOIUIOTHOM UTOIIA3MOM; 2 — KIIETKU
c 6oJee INEKTPOHOIUIOTHOM IIUTOIIIA3MONW M YBEJIMYEHHBIM MEPUILIIa3MaTHYECKUM

MPOCTPAHCTBOM; 3 — «KJIETKU-TIpU3paKku»; 4 —KJIETOUYHBIM ne0puc; maciTaOHas
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muHelika 0,5 MkM. B — kieTku, UHKYOMpOBaHHBbIE B TEUEHHUE UYETHIPEX CYTOK B
cpene AB npu TUTpe MHOKYIAIUA 10* (KOE/mn): 5 — kJIeTKu ¢ rpaHyJIupOBaHHON
M MEHEE DIJIEKTPOHOIUIOTHOM LMTOIUIA3MOK; 6 — KIETKH C paclIMpEeHHBIM
MEPUILIA3MAaTUYECKUM TPOCTPAHCTBOM, JJIEKTPOHOIUIOTHOM ULHUTOIIA3MOM H
KOHJIEHCUPOBaHHBIM HyKIleouaoM; JAK — nensmasicsa kierka; MacitabHas TMHeKa
0,5 mxm. I' — yBenuueHHbIN (pparMeHT, BbIAEICHHBIH Ha pucyHke B: 7 — 30Ha

MeMOpaHHOM aare3uu; 8 — Hykieou; MaciiTabHas auHeirka 0,1 MKMm.

XapakTepHu30Bajlach HEOOJIBLIONW JJIEKTPOHHOM IIOTHOCTHIO (puc. 4B). Ora
¢bpakuua kiIeTok Obula CXOJHA MO YIBTPACTPYKTYpe C KJIETKaMH KYJIbTYP,
rOJIOAAIOIINX IPU BBICOKON IIOTHOCTH mNoNyssiquu. OIHAKO JOMUHHPYIOLIHM
MOP(OTHUIT UMEN CYIIECTBEHHbIE MOP(OJOTHUECKHE OTIMYUA U OT BEreTaTUBHBIX
KJIETOK, M OT KJETOK TIOJIONAIOMIUX KYJIbTYp BBICOKOIO TUTpPAa HHOKYJISALIUH.
[MuTomnasma TakuxX KIETOK COCTOsIa M3 DJIEKTPOHOIUIOTHOM TmepudepuitHon
o0nacT W MONYNPO3payHOM LIEHTPAJIbHOM 30HBI, B KOTOPOH pacmojaraics
KOHJIEHCUpOBaHHBIA HyKJeoun (puc. 4B, I'). B OonpmMHCTBE KIETOK IUTOMIIa3Ma
pacnonaraiach HOJIIPHO, MEPEMEIIasiCh K OAHOMY U3 KJIETOUHBIX IOJIOCOB (pHC.
4T"). Ilepuruiasma 3aHuMMana OKOJIO IOJIOBUHBI KJIETOYHOro oobeMa. Hecmotps Ha
3HAUUTEJIBHOE YBEJIIMUEHHUE O00beMa MEpUIIa3Mbl, OTHOCUTEIBHO 00beMa
LIUTOIUIa3Mbl, B KJETKaX MOAOOHON MOPQOJIOTUU COXPAHSIIUCH 30HBI AJE3UU
MeMOpaH — TO €CTh 00J1aCTH KOHTaKTa Hapy>KHOM U IUTOIIa3MaTHYEeCKO MeMOpaH
(puc. 41").

B romomarommx KyiabTypaX HHU3KOM IUIOTHOCTH TOMNYJSIUU HE ObUIH
OOHapy>XeHbl  «KIETKHU-TIPU3pAKH», a TaK e KIETOYHBbIM Jebpuc, 4TO
CBUJIETENBCTBYET 00 OTCYTCTBUM MHTEHCUBHOI'O KJIETOYHOTO Jin3uca. Kietku atux
KyJbTYp, HECMOTpPSI Ha OTCYTCTBHE MHUTATEIBHOIO CyOCTpaTa B Cpele, COXPaHsIIU
3HAYUTENbHBIA YPOBEHb META0OINYECKON aKTUBHOCTH, O UEM CBHUJIETEIBCTBYET Pl
¢daktoB. Bo-niepBbIX, B KyJIbTypax HU3KOU MIIOTHOCTH MPOUCXOAMUIIO 3HAUUTEIbHOE
yBEJIMUEHHUE THUTpPA KYJIbTUBUPYEMBIX KIETOK (B CTO pa3). Bo-BTophiX, Ha

AJIEKTPOHOTPAMME d3THX KYJIbTYp HaM  yJIaBalOCh OOHApPYXHUTh  KJIETKH
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JTOMHHAHTHOTO B 3THUX YCJIOBHSIX MOp(]oOTHIIa (ONMUCAHHOTO BBIINIE) B COCTOSHHUH
nenenust (puc. 4B). U, B-TpeThbUX, HaIMYME 30H aare3ud MeMmOpaH, HaOJFO1aeMoe
HaMH Yy KJIETOK KYJbTYp HH3KOTO THUTpa JaXe NPH YCIOBHU 3HAYMTEIBHOTO
YBEJIMUCHHUS OTHOCHUTEIHLHOTO O00bheMa MEPHUILIa3MaTHUECKOTO MPOCTPAHCTBA (pHC.
41"), CBUACTEIIBCTBYET O METAOOIMYECKOW aKTUBHOCTH KJIECTOK.

CoxpaHeHHE 30H «CTBHIKOBKM» HAapYXXHOHM UM BHYTPCHHEH MeMOpaH Yy
IPaMOTPHIIATCIIBHBIX ~ OaKTepUil  HEOOXOAUMO JUIsl  TOAJCPKAHHS  MHOTHX
METa0OJMYCCKUX  TPOIECCOB, B  YAaCTHOCTH, TpaHCIOpTa  OEIKOB U
JUTIONIOJINCaXapuIoB, AeneHus kiueTok u T.1. (Lopez, Webster 1985; Joseleau-Petit
et al., 1990; Lee, Schneewind, 2001). Cnemyer OTMETHTh, YTO B KJIETKax
rOJIOIAIOIINX KYJABTYp Pba, WHOKYJUPOBAaHHBIX C BBICOKOH IIJIOTHOCTHIO, 30HBI
anare3suu MeMOpaH OBUTM BBIPRKCHBI B 3HAYUTCIIPHO MCHBIICH CTCIICHH, YeM Y
TOJIOJIAIOIINUX KYJBTYP HU3KON HAaYaIbHOW IJIOTHOCTH. DTO XOPOIIO COTIacyeTcs ¢
pPas3IUYMSIMU  KJIETOK TOJOJAIONMINX KYJBTYP BBICOKOH W HHU3KOW IUIOTHOCTH
MOMYJISAIMKA  TI0  (DU3UOJIOTHYECKUM IapaMeTrpaM. Y TIEepBbIX (OPMHpPOBaHUE
CTPECCOBOTO OTBETa OCYIIECTBISACTCS COTVIACHO OOIICIIPU3HAHHONW CXEMe:
MPOUCXOJUT  OCTAHOBKA  pOCTa, JIM3UC 4YacTH  TOMYJSAIHH, CHIDKEHUC
MeTa0O0JMYECKON aKTUBHOCTH KJIETOK M 0Opa3oBaHue mokosimuxcs Gopm (Petrova
et al., 2014). Dt mporecchl PeryJupyroTcs Ha MOMYJISIMOHHOM YpOBHE IMpHU
Y4aCTUHU MEKKICTOYHOW KOMMYHHKAIIUU, ¥ TIOITOMY JUJIl WX 3aIycka TpeOyercs
BBICOKAsl KOHIIEHTPAITUS KICTOK.

B ronomarmommx KyJbTypax HHU3KOTO THTpPa HMHOKYJSAIWNA IUIOTHOCTH
MOMYJISAIAN HEJIOCTATOYHA ISl OCYIIECTBIICHHS MEXKICTOUYHONH KOMMYHHUKAIIUU W
3almycka CTpeccoBOro oTBera. [lo3TOMy, BEpOSTHO, WHHUITMAIUS aJIallTUBHOTO
OTBETa Yy TaKUX KYJbTYp CBs3aHa C «BOCCO3JaHUEM» TIOMYJISAIUU, a HWMCHHO
JICTICHHEM KJIETOK JO JOCTHIKEHHUS OTPEICICHHOW WX KOHIICHTpPAIUH, KOTOpas
COOTBETCTBYET  TIOPOTOBOH  JIi  WHAYKIIMK  CHCTEMBI  MEXKKJICTOYHOMH
kommyHuKanuu (Gorshkov et al., 2010). He BbI3bIBa€T COMHEHUS, YTO KJIETOYHOE
JICTICHAE CONPOBOXIACTCS AaKTUBHBIM METAa0OJIM3MOM, O YeM, B YaCTHOCTH,

CBUACTCIILCTBYCT HpOBCJICHHBIﬁ HaMH aHaJIM3 UX YIbBTPACTPYKTYPHIL. OI[HaKO a0
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CUX TIOp OCTaeTcsi OTKPBITBIM BOMpOC O cyOcTpare(ax), MOIIECPKUBAIOIIEM
aKTUBHBIA MEeTa0ONM3M KIETOK B YCIOBHSIX rosomanus. Ilo Bceil BeposATHOCTH, B
KayecTBe MCTOYHHMKOB SHEPTUU B ATOM IPOIIECCE CITY)KAT 3alacHbIe BEIIeCTBa U
Apyryue KOMIOHEHTHI IUTOIIA3MbI M KIIETOYHOH 00OJIOUKH.

Habmionaemble HaMH W3MEHEHHS B yIbTPACTPYKTYpe KIETOK, Kak TpHU
rOJIOJJaHWH, TaK U B YCIOBHAX, HMHAYIUPYIOMUX CUHTE3 (haKTOPOB BUPYJICHTHOCTH,
COIIPOBOXIATUCH MOAH(HUKAIINECH KIETOUYHOW 000JIOYKH, a MMEHHO YBEIHUYECHUEM
o0beMa MEPHUIIA3MaTHIECKOTO MPOCTPAHCTBA OTHOCUTENBHO IUTOIUIA3MBI. JTO
CBUJICTEIBCTBYET O BXHOW POJIM MOAM(PHUKAIIUU ATOTO KIIETOYHOTO KOMIIapTMEHTa
B MPHUCIOCOOWTETHHOM  OTBETE  KIETOK K  BHEIIHUM  YCJIOBHSM.
HenponopiimonansHoe M3MeHEHHE 00beMa MPOTOIUIACTa M KIECTOYHOW 00OJIOUKH B
YCIOBHSIX TOJIONIAaHUS COMPSDKEHO C  YBEIMYEHHEM OTHOCUTEIIBHOTO 0ObeMa
NEePUILIa3Mbl. DTO MOXKET 00€CIeUnTh, C OJHONU CTOPOHBI, OOJBIIYIO «U3OISIIUIO»
MpOTOIIacTa OT HeOMaronpusaTHBIX (pakTopoB. C Apyroi CTOPOHBI, ITO MO3BOJISET
KJIETKaM COXPAaHHUTH 3HAUUTEIBHBIA O0BEM M, KaK CIEICTBUE, (YHKIIMOHAIHHYIO
MOBEPXHOCTH /I UH(POPMAITMOHHOTO OOMEHA ¢ OKpYXKalolIeh cpelon.

Knetounast o6onouyka mpeacTaBisieT cOOO0HW HE TOJBKO MEXaHWYECKUU
Oappep, 3aIUIIAIOIINNA KJIETKY OT HEOIarompwsTHBIX (aKTOpOB, HO U CIYKUT
CCHCOPHON MOBEPXHOCTHIO, TEpEeAarolleld CUTHAIBI W3 BHEIIHEH Cpenbl BHYTPh
KJIETKU. BriomHEe BEpOSATHO, YTO NMPU MHTCHCUBHOW YTWIM3AIIMM KOMIIOHCHTOB
[IUTOIUIa3MBI (B TOM YHCJE i OOSCIeUYeHUs] KICTOYHOTO JACICHUS B YCIOBHSIX
neduimTa cyocTpaTa), BhI3bIBAIOIIEH YMEHBIIIEHHE €€ 00bheMa, MPOIOPIIUOHATBHOE
W3MEHEHHUE KICTOYHONH O00OJIOUKH MOXET MPUBECTH K YPE3MEPHOMY YMEHBIIICHUIO
oOmero  (GyHKIMOHAIBHOTO 00beMa KIETKM U COKpAlIEHUI0 CEHCOPHOMU
noBepxHocTH. «HaOyxaHue» mepuIuiasmMbl, MO BCEH BUIUMOCTH, TO3BOJISET
KJIETKaM COXpaHATh 3 (EeKTUBHbIN 00BEM, HE3aBUCUMO OT 00BbE€Ma MPOTOIIACTA,
YTO CIIOCOOCTBYET BEIKMBAHUIO KJIETOK ITPH T'OJIOIAHUU.

Takum oOpazoM, Pba oOnagaer crnocoOHOCTBIO K (QOPMUPOBAHUIO
Qg GepeHIIMPOBAHHBIX KIETOUYHBIX MOPQOTHIIOB, PAa3IMYAIONINXCS MO CTPOCHUIO

KJIETOYHOM O0O0O0JOYKHM, LMTOIUIa3Mbl W HykjJeounaa. Mopdoduznonorunueckui
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coctaB mnonyiuiauuu Pba onpezaensercs BHEIHUMH YCIOBHSIMHU. OCOOEHHOCTH
yIABTPACTPYKTYPhl KIETOK pa3inyHbIX MOpQoTunioB Pba corinacylorcs ¢ HX
0COOBIMU (bU3HOTOTUYECKUMHU XapaKTEPUCTUKAMHU. B pe3yJibTare
b depeHInpOBKU OAKTEPUAIBHBIX KIETOK, (POPMHUPYETCS CTPYKTYpa MOMYJISLUH,
onpejensemMass KaueCTBEHHbIM COCTaBOM MOP(POTHUIIOB M HX KOJIWYECTBEHHBIM

COOTHOILLICHHUCM.

3.3. U3MeHeHus B yJIbTPACTPYKTYpe KJIETOK Tabaka u P. atrosepticum
SCRI1043 npu B3auMoaeliCTBMH IBYX OPraHM3MOB
3.3.1. Pannmue craguu B3aumopeicreus P. atrosepticum SCRI1043 u Tabaka

[Ipy moOCTaHOBKE SKCHEPUMEHTOB JUIsl XapaKTEPUCTHUKW W3MEHEHUU B
yIBTPACTPYKTYpE KIETOK Tabaka W Pba BO m30ekaHHE BO3MOXHBIX apTe(akToB,
CBSI3aHHBIX CO CIMOCOOOM HMHOKYJISILIMK KJIETOK MaTOreHa B OpPraHU3M XO35MHa,
npoueaypa MHOUIMPOBAHUS HE BKIIIOYAla MEXaHMYECKOTO MOBPEXKACHUS TKaHEH
pactenus. bakrepuanbHbie Ki1eTkd B oO0beme 10 MK HAHOCWIIM Ha MOBEPXHOCTH
CTEepUJIbHBIX pacTeHuil (B Ma3yxXy JuUCTa B cepeauHe cTelss) ¢ MOMOIIbIO
aBromatudeckoil nunetku. Yepes 18 uvacoB mocie uHPUUUpPOBaHUS KiIeTKu Pba
MO>KHO OBLIIO OOHAPYXUTh BO BHYTPEHHEH cpejie pacTeHUil B 30HE MH(ULIUPOBAHUS
(puc. SA-E). Ilpu 3TOM KJI€TKM MaToreHa ObUIN JOKAITU30BaHbI B COCYIaX KCHIIEMBbI
(puc. 5A) u B mapenxume (puc. 5Sb-E). Knerku Pba Ha >TOM cTaauu uHpexuuu,
HE3aBUCUMO OT UX JOKAIU3alUU, UMEIH OJIMHAKOBYIO YIbTPACTPYKTYPY, CXOIHYIO
C BEreTaTUBHBIMU KJIETKaMU, KyJIbTUBUPYEMbBIMU i Vitro.

HecmoTtpst Ha TO, 4ro Pha cuuTaercs BHEKIETOYHBIM HaTOIEHOM,
HECMOCOOHBIM IMPOHMKATh BHYTPb PACTUTEIBHBIX KJIETOK, OakTepuu OblIU
oOHapy’keHbl, TOMUMO amnoruiacTta (puc 5b), Takke BHYTpH NMapeHXUMHBIX KIETOK
(puc. 5B-E). ITlapeHxumHBbIE KIETKH, B KOTOPBIX ObUIM OOHApY>KEHBI KIETKHU
MaTOreHa, UMENU Pa3INYHyI0 YJIbTPACTPYKTYpY. B HEKOTOpBIX KIe€TKaxX WHBa3us
naToreHa He OblJa CONpsDKEHa C  CYIIECTBEHHBIMH  HM3MEHEHUSMH B

YIABTPACTPYKTYPEC HUTOINUIA3MbI M KICTOYHBIX OpPraHCJI, 34 HCKIKOYCHUCM



Puc. 5. YaeTpactpykrypa kietok Nicotiana tabacum w Pectobacterium
atrosepticum SCRI1043 (Pba) npu B3aUMOJCHCTBUU JABYX OPraHU3MOB (paHHSS
cranuss uHpexuun). Ha  dotorpadusx mpeacTaBieHbl cpe3bl  cTebnein
uHumpoBaHHbIXx pacteHudd (18 wyacoB mocie uWHPUIIMPOBAHUSI) B 30HE
WHOKYJISIUM OakTepuil. A — Pba B KCWJIIEMHOM cocCyje, MaciTaOHas JuHerka 0,2
MkM. b — Pba B MeXKJIETHUKE TTapeHXUMBbI; MaciitadHas auHelika 0,5 mxm. B-E —
Pba BHYTpU NapeHXWMHBIX KJIETOK Tabaka. B — ¢opmupoBanne ocMHUOGUIBHBIX
mobyn (OI); crpenkodt o0003Ha4YeHBI OaKTepUAIbHBbIC KIETKH; MaclITaOHast
nunetika 0,2 Mmxm. I' — pa3pyiienue ToHomacta; Macitabnas jguHerka 0,2 Mmxm. ]
— MOBPEXJIEHUE KJIETOUHBIX OPraHOMJOB U KOMIIATMEHTOB; MacllITaOHasi JTUHEHKa
0,2 mxm. E — okpyxeHnue OakTepualbHBIX KJIETOK MEMOpPaHHBIMH CTPYKTypaMu
(cTpenka); macmtabHas uHeika 0,5 MxM. KC — pacTtuTenbHasi KI€TOUHAsI CTCHKA;
CK — cocyn kcunembl; MK — mexknetnuk; OI' — ocMuodunbabie riao0ymsr; T —

wiazmanemma; B — Bakyouns; XJI — xnopormiacr.
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bopmupoBaHus OCMUOPMIBHBIX TT00YN B BakyoJisix (puc. SB). B npyrux kneTtkax
UTOIUIa3Ma CTaHOBWJIACH OoJiee pa3phIXJIICHHOW, W M3MEHSIAach CTPYKTypa
toHorutacta (puc. SI'). BeTpeuanuch Takke KIETKH, B KOTOPBIX TOHOILIACT HE
BBISIBIISICS,, YTO, TI0O BCEW BEPOSITHOCTH, CBSI3aHO C €0 pPa3phiBOM, a KIETOYHBIC
OpTaHeJUIbl ¥ KOMIIAPTMEHTHI ObUTH MOBPEXKICHBI: poucxoamno Hadyxanue OIIP,
pa3pylIieHne MUTOXOHJIIPHH, HaOyXaHWe THUJIAKOWIOB XJIOPOILIACTOB; OBLT TaK JKe
BhIpakeH miasmonu3 (puc. 5/[). B psae mapeHXMMHBIX KIETOK IUTOINIA3Ma U
OpPTaHOMWBI TOJTHOCTHIO pa3pylIaMCh, MPOUCXOAWIA WHBArMHAIMS W Pa3pbiB
iasMaJieMMbl.  PaspylieHune  1urasMatuueckoil  MemOpaHBl  MPHBOAMIO K
00pa30oBaHMIO  BE3WKYJSPHBIX  CTPYKTYp, B  KOTOPHIX  pacrmojiarajiuch
OakTepuanbHpie KIeTKH (puc. SE). B KOHTpONBHBIX HEWHPHUIIMPOBAHHBIX
paCTEeHUSAX OMUCAHHBIC YIBTPACTPYKTYPHBIE OCOOCHHOCTH HE BBISBIISIIN.

dopmupoBaHne 0OHAPYKEHHBIX BE3UKYISIPHBIX CTPYKTYp (puc. SE), mo Bceit
BEPOSATHOCTH, TPEACTABIsICT COOOM 3alUTHYIO pEaKlIHui0 MaKpOOpTaHHU3Ma,
00€eCleynBaIOIIYI0 «M30JIALMIO» KIETOK martoreHa. [latoreH-unaynupyemoe
o0pa3oBaHHe OCMUOQPWIBHBIX TTI00YI B BaKyOJsX MapEHXUMHBIX KIETOK (puc. 5SB)
TAaKXKE MOXKET OBITh HaleJNeHO Ha TOJaBJICHHEe NATOTCHHOTO OpraHu3Ma.
OOpazoBanue MOMOOHBIX CTPYKTYp B BaKyolIsIX, a TaKKe B IUTOIIIa3Me KJIETOK
paHee OBLTO OMMCAHO KaK MaTOTCH-MHIYIMpyemas 3allliTHas peaklus pPacTCHUM
(Benhamou, 1996; Daayf et al., 1997a). Iloka3zaHo, YTO B3aMMOJICHCTBUE
OCMHUOGWIBHBIX TIOOYJI CO CTEHKaMH TU() MAaTOTeHHBIX TPHOOB MPUBOAHUT K
paspymenuto kinetok mnaroreHa (Cherif et al, 1992). Ha mnpumepe psna
MaTOJOTMYECKHX CHCTEM C TIOMOIIBI0 MEUYEHHS JIAKKa30H, KOHBIOTUPOBAHHOW C
30JI0TOM, OBUIO TPOJEMOHCTPHUPOBAHO, YTO KOMIIOHEHTHI, BXOJSIINE B COCTaB
MOJO0OHBIX OCMUOGUIBHBIX TJI00YN HMEIT (eHolbHylo npupoay (Benhamou,
1996; Daayf et al., 19970). N3BecTHO, UTO BaKyoOJIb SIBISCTCS «XPAHWIMILECM
MHO>KECTBA BTOPUYHBIX METAOOIMTOB, MHOTHE U3 KOTOPHIX BBIMOTHSIOT 3alTUTHYIO
¢byakmuro. Pa3zButne wuHGQEKIWH, B CBOK OYepedb, MOXKET NPHUBOJUTH K
«aKTHBAMKU» (HATpUMeEp, OKUCIEHUIO), ITHX META0OJIUTOB BCIIEJACTBIE U3MEHEHUS

HUX KOMIIAPTMCHTAJIN3allUN, THAYKIIUHN COOTBCTCTBYIOIIUX q)epMeHTOB nT.AO.
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B otamume oT KIIETOK MapCHXUMbI B COCYAdaX KCWJIICMBI B 3TOT IICPHUOJ
CYHICCTBCHHBIX YIJIBTPACTPYKTYPHBIX W3MEHEHUN OTMEYEHO HE OBLIO. HOCKOHBKy
KCHJIICMHBIC COCYIbI ABJIAIOTCA MCPTBBIMH KIICTKAMH, NHUAIIA30H IMPOTCKANOIIUX B
HHUX 3alllUTHBIX peaKHHﬁ, SHAYUTCJIBHO YXKC, UCM B @HSHOHOFI/I‘IGCKH AKTHUBHBIX
MapCHXUMHBIX KJICTKAX. B cBs3u ¢ 9THUM, KIJICTKH Pba, JIOKAJIM30BAHHBIC B COCYyAaX
KCHJICMbI W B IMAPCHXHMC, TIIOABCPTrarOTCA pPa3HOMY II0 HWHTCHCHUBHOCTU
BO?)JICI\/'ICTBI/HO CO CTOpPOHBI XO3sdHHA. IIo Bcen BUAUMOCTH, O3TO H ABJICTCA
HpH‘IHHOﬁ TOI'0, 4TO KOJOHH3alMUA KICTKaMH Pba COCYIOB KCHJICMBI IIPOXOJHJIA

6BICTpee, 4CM IIapCHXHUMBI.

3.3.2. Ocrpas craaus uH(peKUNH, BbI3bIBaeMoOll P. atrosepticum
SCRI1043, y tabaka. ®opMupoBaHue 0aKTepHAJbHBIX IM00JI0OB

Octpast craaust WHGEKIUM HAcTylajga 4Yepe3 JBOe-TPOE€ CYTOK IOCIe
uHpunupoBanus. Ha sToll cTtaauu Ha pacTeHHsX MOSBIIIACH BbIpaXKEHHas 30HA
Hekpo3a (puc. 1B). Dta obGnacTe ObLIa MHTEHCHBHO KOJIOHU3WPOBAaHA KIJIETKAMHU
Pba. B kopoBoil mapeHXuMe KIETKHM MaTOreHa MPEUMYIIECTBEHHO 3aceisuiu
MEXKJIETHUKH, OAHAKO MPHUCYTCTBOBAIM M BHYTPU pPa3pyLIEHHBIX KJIETOK (puc.
6A).  bakTepuanbHble  KJIETKH,  KOJIOHU3UPOBABLIME  MapeHXUMy, IO
yIABTPAaCTPYKType  ObUIM  CXOAHBI C  BEreTaTUBHBIMU  KIeTKamu  Pha
(KyTbTUBUPYEMBIMU in Vitro Ha TOJHOLEHHBIX MHUTATENbHBIX cpenax) (puc. 6b).
CtpykTypa KOpPOBOM MapeHXUMbl ObUla HApyIIEHA: MOJHOCTHbIO pPa3pyLIATUCh
KJIETOYHBIE OPraHOWABl U KOMIAPTMEHTHI, a TakXke Oblla BhIpakeHa Malepauus
TKaHEMU.

B cocymax kcuiembl Ha oOcTpol crTaguum uHpEeKuuu Kietku Pba
dbopmHpoBaIl 0cOObIE CTPYKTYPhI, KOTOpPbIe ObUIM Ha3BaHbI HAMU «OaKTepUabHbIE
aMOo0B» (puc. 6B). DTH CTPYKTYphl NPEACTaBISIN COOOM CKOIUICHHS IIJIOTHO
OpWIeralomux  Apyr K  Apyry  OakTepHalbHbIX  KJIETOK,  IOJHOCTBIO
MEepPEeKPHIBAIOIINE MOJOCTh KCUIIeMHOTO cocyaa. CTpyKTypa KieTok Pha, BXOASIINX
B COCTaB OakTepualdbHBIX HMOOJIOB, OTJIMYAIaCh OT BETE€TAaTUBHBIX KIIETOK:

nuToIsia3Ma  KJIeTok  Obula  auddepeHuupoBaHa HAa  AIEKTPOHOIUIOTHYIO
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Puc. 6. YaesTpacTpykrypa kinetok Nicotiana tabacum wm Pectobacterium

atrosepticum SCRI1043 (Pba) npu B3aUMOJCHCTBUU JBYX OpPraHU3MOB (OcCTpas
cranuss  uHpexuun). Ha  dotorpadusx mpeacTaBieHbl  cpe3bl  cTebnen
WHQUIIMPOBAHHBIX PACTCHHHM (IBOE€ CYTOK TIOC/I€ HWH(PUIMPOBAHUS) B 30HE
MPOSIBJICHUST CUMIITOMOB 3a0osieBaHusl. A — Pba B kieTkax (IBOWHAs CTpeiika) U
MEXKKJIETHUKAX (CTpesiKa) mapeHXuMbl Tabaka; macmtabHas nuHeika 20 Mmxm. b —
Pba B MeXKkIeTHHKE TapeHXWMbl, MacimTabHas muHeilika 0,5 mMxkm. B —
OakTepuaabHbI MO0 U3 KIETOK Pba B KCUJIEMHOM cocyze Tabaka; maciiTaOHas
nunetika 2 MkMm. I' — knetku Pba B coctaBe OakTepualbHOr0 3M0O0ja, OeIbIM
OBAJIOM BBIJIEJICHA 30HA KOHTaKTa OaKkTepualbHBIX KJIETOK; MacliTaOHas JIMHEWKa

0,2 mxm. KC — pacturenbHas kietoyHas cteHka; MK — MEXKIIETHUK.
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nepudepuitHylo 30HY M MEHEE OJJICKTPOHOIUIOTHYIO IICHTPAJIBHYIO 30HY C
KOH/ICHCUPOBAaHHBIM HYKJI€Ou7oM (puc. 6I). Bbuin Takke BBIPaKEHBI 30HBI
KOHTAaKTOB MEXAY COCEIHHUMH KJIETKaMH, 4YTO HE OBLIO0 XapaKTepHO MIJis
CyOTOIYJISINY KIETOK, KOJJOHU3UPOBABIINX MAPESHXUMY.

bakrepuanbHbie AMOOJIBI UMEIOT CXOJCTBO C MHUKPOOHBIMU OHOTIICHKAMH,
ONMMCAaHHBIMU JUII MHOTHUX TPEICTaBUTENCH TNPOKAPHOT, B TOM 4YHCIe, IS
pa3MYHBIX PUTONMATOTEHHBIX OakTepuii (pa3men 1.2). B To ke Bpems, 3Tu ABa THIA
CTPYKTYp HMEIOT CYIIECTBEHHBbIC pa3iauuus. Bo-mepBbIX, Isi OHOIUICHOK
XapaKTEepHO HAJIMYUE KaHAJIOB, M0 KOTOPBIM IUPKYJIUPYIOT BOJIHBIE PACTBOPHI, B TO
BpeMsl Kak B OaKTepHabHBIX AMOO0IaX MOJOOHBIX KaHAJIOB HAMH HE OOHAapYKEHO.
Bo-BTOpBIX, IS KIETOK, (OPMHUPYIONUX OWOIUIEHKY, HE XapaKTepHa eIuHas
MPOCTPAaCTBEHHAs! OPUEHTAIIHS, B TO BPEMS KaK B COCTaBe OaKTEpPHAIBHBIX YMOOJIOB
OTJIENbHbIC KJICTKU OaKTepHil pacroIOKEHBI YMOPSI0UYEHHO (BIOIH MPOJOTHHOU
ocu cocyna) (puc. 7). B-TpeTbux, npuHUUIBI QOpMUpOBaHUS OaKTEepUATbHBIX
9M000B W OHWOIJICHOK pasznuyaroTcs. HavambHOW M KIIIOYEBOW cTaamen
dbopMupoBaHuss OaKTepUaIbHBIX OHOIJICHOK B COCYJaX KCHJIEMBI SIBIISIETCS
MPUKPEIUICHIE MUKPOOHBIX KIIETOK K PACTHTEIHHON KIETOYHOU cTeHke. OHAKO Ha
HayaJbHBIX CTaAUSAX KOJOHHU3AIMHU cocyaa (10 cOOpku OakTepuaabHOTO 3MO0IIA)
KJIETOK Pha, NPUKPEIUICHHBIX K CTEHKE COCY/a, BBISBICHO HE OBLIO.

Ha HayampHOM OJTame KOJIOHHM3AIlMM COCYJOB, KOrja B JIFOMEHE
NPUCYTCTBOBANM JIMIb €IWHUYHBIC KIETKH Pba, Ha BHYTpEHHEH MOBEPXHOCTHU
pPaCTUTENBHON KIETOYHOW CTEHKHM HaKaIUIMBaJaCh TpaHyIsIpHas cyOcTaHmus (puc.
7A). Tlo Bceli BEpOSITHOCTH, dTa CyOCTaHIIUsI HE oOyajaia OaKTePUIIUIHBIM, JTHOO
OaKTepHOCTATUYECKUM JCHCTBHEM, TIOCKOJBKY HE CICp)KUBajda pPa3MHOXKCHUS
OakTepuii, a TakKe HE BbI3bIBaJla U3MEHEHUH B YIBTPACTPYKType OaKkTepHaaIbHBIX
KJIETOK, CBUICTENBCTBYIOIMIMX OO0 WX TOBpeXAeHWU. Hapsay ¢ yBemudeHHeM
KOJIMYECTBa OAKTEpUU B COCY/E, MPOUCXONIO «Pa3phIXJICHUE» dTOW CyOCTaHIIUU
(puc. 7b), 94TO B H'TOrEe MPUBOAMUIIO K 00pa30BaHUIO T'EJICTIOOOHOT0 MaTpHuKca (puc.
7B), B KOTOpPOM 3aKpeIUBLIUCh OakTepuu. 3aTeM IMPOUCXOIUIIO «BBICTPAMBAHHEY

OakTepHalIbHBIX KJIETOK BIOJb MPOAOJIbHOM OCH KcuiemHoro cocyna (puc. 7I),
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Puc. 7. Ctagum KoJoHU3AIMU COCYA0B KcuiieMbl Tabaka (Nicotiana tabacum)

kinetkamu Pectobacterium atrosepticum SCRI1043 (Pba). Ha dotorpadusx
MpeCTaBIEHbl Cpe3bl cTeOsel MHOUIIMPOBAHHBIX pAaCTeHUH (JBOE CYTOK IIOCIIE
WH(UIMPOBAHUS) B 30HE MPOSIBIICHUS] CUMITOMOB 3a00JieBaHUs. A — HaKOIUICHHE
TpaHyJsIpHON cyOCTaHIMM (CTpelika) Ha BHYTPEHHEH TMOBEPXHOCTH CTEHOK
KCWJIEMHBIX COCYAOB, KOJIOHM3UPOBAaHHBIX Pba; macmTabHas nuHerika 1 MmxMm. b —
«pa3pbIXJICHUE» TPaHYJSIpHOM cyOcTaHiuu (cTpeska); MacimrtabHas jauHehka 1
MkM. B — oOpa3oBaHue renenogoOHOr0 MaTpuKca B KCWJIEMHBIX COCYZax,
KOJIOHU3UPOBAaHHBIX Pba; macimitabHas nuHerika 1 mxMm. I' — «BbICTpanBaHMe»
KJIETOK Pba 1O TPOAOJBLHONW OCH KCHUJIEMHOTO COCyZAa; MaciiTtaOHas JuHeWka 1
MkM. JI — dopMupoBanne mmiIenog00HBIX CTPYKTYp (CTpeiKa) Ha MOBEPXHOCTH
KIeToKk Pba; obpa3zen ObLI okpalieH mo Meronay Tuepu, macimtabHas JuHerka 0,2
MkM. E — nedopmarus oTAeNbHBIX KIETOK Pba (ctpenka) mpu GhOpMUPOBAHUU
OakTepuanbHOro 3MOo0a; MacmTabHas guHedka 0,2 MkMm. K — OakTepuanbHbBIN
"MO00JT B KCHJIEMHOM cocyle Tabaka; macimTabHas nuHeika 2 MkMm. KC —

pacTUTClIbHAad KJICTOYHAA CTCHKA.
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Omaromaps 4YeMy OONBIIMHCTBO KJIETOK B  cocTaBe »5MOola  HMMeEJo
MIPEUMYIIECTBEHHYIO MMPOCTPAHCTBCHHYIO OPUEHTAITHIO.

[ToMmuMo o0OIIETO 3KCTPAKICTOYHOTO MATpHKCa, C(HOPMHPOBAHHOTO, TIO-
BUJIUMOMY, W3 KOMIIOHCHTOB PACTUTCIBHON KICTOYHOW CTEHKH, IEJIOCTHOCTh
dbopmupyromierocst 6akTepuasbHOro 3M0O0Jia oOecIeurnBaiach MHICTOI00HBIMU
CTPYKTypamMH, oOpa3yIomMMHUCS Ha IMOBEPXHOCTH OaKTEpUAIbHBIX KIETOK (pHC.
7). OOpa3zoBanue NWIEHOMOOHBIX CTPYKTYp THPOUCXOAUIO HE IO BCeH
MMOBEPXHOCTH OaKTEPHAJIBHBIX KJIETOK, a JIOKAIbHO B 0O0JACTH HAWMEHBIIETO
pacCTOSIHUSI MEXIYy CcoceTHMMH kiaeTkamu. C TOYKM 3pCHHs aHaln3a WuX
yIBTPACTPYKTYPhl HE BBI3BIBACT COMHCHHSI, 4YTO IHJICTOJAOOHBIC CTPYKTYPBI
00eCIeuynBalOT KOHTAKT OTACIBHBIX KJIETOK APYr ¢ ApyroM. OIHAKO BO3MOXKHO,
9T0 QYHKIIUS 3TUX CTPYKTYpP TaKKe CBSI3aHa C 0OMEHOM MeTaboiuTaMu (OeaKaMH,
HYKJICMHOBBIMH KHCJIOTaMH, CHUTHAIBHBIMM COCIUHEHUSIMH) MEKIY COCCTHUMH
KkineTkamMu. JlanmpHelliee  «yIJIOTHEHHWE» KIETOK B KCHJIEMHOM  COCYJE,
BBI3bIBalOIEE Jaxe achopMalidio oTaenbHbIX OakTepuit (puc. 7E), npuBoamio k
MOJTHOM 3aKyTOpKe JItoMeHa cocyaa (puc. 7XK).

Takum oOpa3oMmM, HaMHM BIIEPBBIC OIUCAHBI OaKTepUaIbHBIC AMOOJBI —
CTPYKTYpPBI, 00pa3yroIIHecs: B COCyAaX KCHUIEMbI M NPHBOJANINE K UX 3aKyIOpPKe.
bakTepuanbHbie 3MOOIBI COCTOAT W3 INIOTHO PACIOJIOKECHHBIX, MPOCTPAHCTBECHHO
OPUEHTUPOBAHHBIX KIIETOK, MMCIONIMX OOJAaCTH MEKKIECTOYHBIX KOHTAKTOB.
dopmupoBaHue OaKTEPHAIBHBIX 3MOOJIOB HE BKIIOYACT CTAIUIO0 MPUKPEIICHUS
KJIETOK K MOBEPXHOCTH CTEHKH KCHJIEMHOT'O COCYJIa, KaK B CiIydae OaKTepHUaIbHBIX
OWOIJICHOK, ONHCAaHHBIX I psAga JApyr (UTOMATOTCHHBIX  OaKTCPHH.
«3akperieHue» OaKTepUaTbHBIX KJIETOK B JIIOMEHE COCYJla MPOUCXOIUT Oiaromaps
(GbopMUPOBaHUIO TEIETIOJOOHOTO MaTpUKCa, KOTOPBIH 00pa3zyeTcsl U3 CyOCTaHIIHH,
BBICBOOOXTAIONTUXCS M3 KJICTOUHON CTCHKH pacTeHus (puc 7).

BbIcBOOOXKIEHNE CYOCTAaHIIMH M3 PACTHTEILHON KJIETOYHOW CTEHKH B XOJIE
MH(EKITMOHHOTO TpoIiecca OOBIYHO CBS3BIBAIOT C IMPOIECCOM HMMMOOHWIM3AIIUN
Oakrteputi in planta (Huang et al., 1975; Sequeira, Graham, 1977; Goodman, 1978).

HM3HavanbHO I/IMMO6I/IJII/I?>aI_II/I$I pacCMaTpUBAJIACh KaK 3allIUTHAA PCAKIUA PACTCHUA
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Ha WHOKYJISIUIO aBUPYJIEHTHBIMU WU canpopuTHeiMU OakrepusiMu (Goodman et
al., 1976; Sing, Schroth, 1977; Sequeira et al., 1977, Morgham et al., 1988).
OpHako oOKa3anoch, 4TO O3TOT MPOIECC HE BCErJa CBS3aH C YCTONYHMBOCTHIO
pacTeHus, MOCKOJIbKY MOET MPOUCXOAUTh U B CIIyyasiX, KOIJa MaTOreHHBIN
OpraHvW3M aKTHUBHO pa3MHoOXkaeTcsi B Tkansx xossuHa (Fett, Jones, 1982; Al-
Mousawi et al., 1983; Dienelt, Lawson, 1989, Lee ef al., 2009).

To, 4TO B pa3HbBIX UCCIEAOBAHUSAX MPOLIECC UMMOOMIN3ALMU ObLI CONMPSKEH
C pa3HbBIM UCXOJOM B3aUMOJICUCTBUS, MOXKET ObITh BBI3BAHO PAIOM NMpUYUH. Bo-
NEPBBIX, HUMMOOWIM3UPYIOIIUE CYOCTAHIIMM PACTUTEIBHOTO MPOUCXOXKIICHHUS,
OoOHapy’>KeHHbIE B XOJI€ pa3HbIX HCCIEJOBaHUI, MOTYT pa3jiu4aThCcsl MO CBOEH
OpUpPOAE U MO-pa3sHOMY BIUATH Ha OakTepuil. Bo-BTOpBIX, 3amuTHOE JeHCTBUE
ATUX CYOCTAaHIUWA MOKET BBIPAXAThCA TOJBKO MPU HAIWYUU JIONOJHUTEIBHBIX
¢dakropoB. Hampumep, umMMoOmnm3zanus cama 1o cebe HE OrpaHdyuBaia
pacnpocTtpaHenue Xanthomonas campestris pv. malvacearum B paCTeHUSX XJIOTKA;
HO MHruOMpoBaHME pocTa OakTepudl B PACTEHUU MPOUCXOAMIIO, KOTJa
MMMOOUIM3aIMs OblIa compsbkeHa ¢ CUHTe30M ¢uroanekcuHoB (Morgham et al.,
1988). B-tpeTbux, BIMsSHHE UMMOOMIM3UPYIOIIUX CYOCTAaHUMUNA HA pa3HbIC BHUJIbI
OakTepuii MOXkeT pasznuuaTbes. Hampumep, B3aumonaeicTBHEe aBUPYJIECHTHBIX
mTaMMoOB, AedEeKTHBIX 10 NOpoAykKuuu sk3onoiucaxapuno (IIIC), ¢
UMMOOWIM3UPYIOIIUMHA  CYOCTaHLIMSIMU TPUBOJUT K AarrjlOTUHALUUA  KIETOK
NaToreHa v ux 3JIMMUHALMK. B TO e BpeMsi, IITaMMBbl C HOPMaJIbHOM MPOIyKIUEH
OIIC, HecMOTpss Ha  HaJIWYUE  HUMMOOWIM3UPYIOIIMX  CcyOCTaHUMHA B
MHOUIMPOBAHHOM pACTEHUHU, HE TIOJIBEPraloTCs MPOLECCy AarrjaloTUHALINH,
OJlarosiapsi HAJIMYUIO MPOTEKTOPHOTO CJI0sl Ha MoBepXHOCTH KieTku (Goodman et
al., 1976; Benhamou et al., 1991; Lee et al., 2009).

Ocoboe 3HavyeHHE MPOIECC HUMMOOUIU3AIMK OaKTepUaIbHBIX KIETOK in
planta umeeT B cocyax KCUJIEMbI, TOCKOJIBKY UMEHHO IO COCyAaM, Kak MpaBUio,
OCYHIECTBIISIETCS CHUCTEMHOE  paclpocTpaHeHHWEe OaKTepuid 1O  PacTEHHIO.
Cuuraercs, uTro 00pa3oBaHHe Trejied B cocylnax, a Takxke (HOPMUPOBAHHME THILI

(BBIPOCTOB KJIETOK KCHJIEMHOW MAPEHXMMBbI B IIOJOCTHh COCYZAA) CO3JAIOT CBOETO
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pona «cutoy, 3anepxuBaroiiee mHpexkunonnsle enunuibl (Wallis, Truter 1978;
Hilaire et al., 2001). Omgnako Hamuuyue TWUI W Teleld JajleKko HE Bcerjaa
OrpaHUYMBAET pacHpocTpaHeHUe MaToreHHsix opranu3moB (VanderMolen et al.,
1977; Boher et al., 1995; James et al., 2002; Baccari, Lindow, 2011). Baxno
OTMETHUTH, UTO, MOCKOJbKY KOJOHU3AIUS COCYI0B MUKPOOPTraHU3MaMH 3aTpy/THEHA
WHTEHCUBHBIM TPAHCIIOPTOM BOJIbI, 00pa30BaHKE Iejei U THIIT MOXKET MPUBECTH K
npeoOpa3oBaHUIO ATOM CIOXKHOM cpenbpl W cienaTh ee  0Oojiee MPUTOIHOU
AKOJIOTUYECKON Huieh mist Oakrtepuidl. [loaToMy, ommcaHHBIE BbIIIE U3MEHEHUS,
MIPOUCXOIAIINE B COCYJIaX, MOTYT SIBJIATHCS OJHOW M3 NMPUYUH BOCTIPHHUMYHUBOCTH
pacTeHUl K WHQEKIIMOHHBIM 3a00JICBaHUSAM, BBI3BIBAEMBIM OIPEACICHHBIMU
MaTOreHaMHU.

B cnyuae B3aumopeiictBus Pba u Tabaka, TOSBIEHHUE TPaHYISIPHBIX
cyOCTaHIIMH Ha BHYTPEHHEH IIOBEPXHOCTH KJIETOUYHOW CTEHKHM CcOocyla u
nocieaypIiee 00pa3oBaHUE TeEJENOJ00HOTO MaTpHUKCa, MO BCEW BUIUMOCTH,
CroCOOCTBYET KOJIOHU3AIIUW PACTCHHS, a HE TOJABISET pa3BUTHE NATOTeHa in
planta. 910 TpeANoNOXEHUE apryMEHTUPYETCS TEM, YTO, BO-TIEPBBIX, HaMH HE
OOHapy»EHO HHMKaKUX TOATBEPKIECHUNU TOTO, UYTO TpaHyJSIpHbIE CYOCTaHIIUU
OKa3bIBAIOT HETATUBHOE BIUSHUE Ha KJIETKU Pba. Bo-BTOPBIX, 3T CYyOCTaHIIUH, T1O-
BUJIUMOMY, oOecreunBaroT (GopMHUpOBaHUE OaKTepHAIbHBIX SMOOJIOB, KOTOpPHIC
MPUBOAT K 3aKYyMOPKE cOCyaa KCwieMmbl. B cBOI0 ouepesb, OJOKMPOBKA BOJIHOTO
TPaHCIIOPTa MOKET OBITh BaXXHBIM YCIOBHEM MPOXOXKICHHUS IMOMYJISIIMOHHOTO
UMKJIa OakTepusMu B opraHu3Me xo3siuHa. CHIKEHHE HMHTCHCUBHOCTH
TPAHCIUPALIMOHHOT'O TOKA MOXET CO3/1aTh BOAHBIN N€(UIIUT B PACTCHUHU, YBEITUUNB
TEM CaMbIM €T0 BOCHPUMMYHUBOCTbH, W/WJIM OOECIEYUTh HUCXOJAIIYI0O MHUTPAIUIO

6aKTCpHﬁ IO KCHJICMHBIM COCYIaM K IMOJA3CMHBIM OpraHaM.

3.3.3. Murpauus kiaetok P. atrosepticum SCRI1043 B pacTenusix tadaka
N3BecTHO, 4TO psAx (PUTONATOTCHHBIX OaKTEpPUl TEPEKUBACT YCIOBUS
BHEBETCTAI[MOHHOTO TIEPHOJa B IMOJ3EMHBIX OpraHax pacTeHUH, B KOTOPHIE OHH

ImomagarOT BCICACTBUC HI/ICXOJIHH_Ieﬁ MUTI'payd 10 KCHUJICMHBIM COCyIdaM.
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WHaTepecHo, 9TO AIEMEHTHI (JIO3MBI, IO HEU3BECTHBIM B HACTOSIIEE BpeMs
NpUYUHAM, OKAa3bIBAIOTCS HEMPUTOAHBIM MECTOOOMTaHHEM JUIsi OOJBIIMHCTBA
(GUTOMATOrCHHBIX OaKTepuil, W JUIIb OTPAaHUYCHHBIH KPYI MHUKPOOPTaHHU3MOB,
MEPEHOCUMBIX HACEKOMBIMH, MTUTAIOIIMMHUCS (HJIOIMHBIM COKOM, KOJIOHU3UPYET ATy
TKaHb. KomoHM3aIwst 21eMeHTOB (DJI09MBI paCTCHUS-X03sIMHA TIEKTOOAKTEPUSIMU HE
onucana. Hamu knetku Pba Bo ¢iosMe Tabaka Takke 0OHapyKeHbI HE OBbLIH.

Hucxopsiimas mMurpaiusi 6akTepUaNbHBIX KIETOK IO KCHJIEMHBIM COCYJaM
SIBIISIETCS IOCTATOYHO PACTIPOCTPAHECHHBIM siBlIeHHeM. OIHAKO JI0 CHX MOpP OCTAETCs
HE /10 KOHIIa BBISICHCHHBIM, KaKUM 00pa3oM OakTepualbHBIC KIETKH CIIOCOOHBI
nepeMenaThCsl KIPOTUB TEUCHUS», YUUTHIBASI, YTO CKOPOCTh MX Murpanuu (25 — 30
MM /muH (Skerker, Berg, 2001; Meng et al, 2005)) 3HaUMTEIHLHO MEHBIIIE
ckopocTH TpaHcnuparmonHoro toka (90-300 mm/mMun (Windt et al., 2006)). dns
OMHOTO ™3 (UTOMATOTEHOB, KOJOHU3HUPYIOMIETO HCKIIOUNTEIBHO KCHUIICMHBIC
cocynbl — Xylella fastidiosa, moka3aHo, 4TO HUCXOJSINAs MUTPAIUS KIETOK IO
cocyaaMm obOecrieunBaeTcsi OCOOBIM THUIIOM moOABMXKHOCTH (twitching motility)
(Meng et al., 2005). Ilpu 5TOM MHKPOOPTaHU3MBI «3aAKOPUBAIOTCSI» Ha
MOBEPXHOCTH  CMOJCIMPOBAHHOTO  KCHJIEMHOTO  COCyla W  TIOCTENEHHO
MepeMenaloTcsl MPOTHB TOKA JKUAKOCTH 3a cueT muiieii yerBepToro tuma. OmIHaKO
HAJIMYUE TOJO0OHOTO THIA TOABMXHOCTA Insi Pba HE TNpOIEeMOHCTPUPOBAHO.
Kpome Toro, HamMmu He OTMEUEHO MPUKPEIUICHHUS KIETOK Pha K CTEHKaM COCY/IOB,
4TO HE0O0XoauMo s peanuzanuu  «twitching motility». Xots HuUCXOasIIAs
MUTpaIsl TMEeKTOOaKTepuii O KCuieMme paHee He Obuta 3aUKCHpOBAaHA, MBI
MPEIMONIOKMIN, YTO OaKTepHalbHbIE AMOOJBI, OJOKHPYs BOAHBIA TPaHCIOPT,
MOTYT O0ECHEYNUTh TMEePEABMKCHNE MHUKPOOPTAaHU3MOB IO COCYJaM W3 HaA3eMHOU
YacTH PacTeHUH K MOA3EMHBIM OpraHaM. B cBsi3u ¢ 3TuM, HaMu ObLIa TIPENPUHATA
TIOTIBITKA BBISIBIICHHS HUCXOAIICH MUTpAIIUU KIETOK Pba B pacTCHHSIX.

Jlsist Toro 4ToOBl OXapaKTepH30BaTh PACIPOCTPAHEHHE KIETOK B PACTCHHSIX
tabaka, MOCTE TMOSIBICHHUS CHUMIITOMOB 3a0oyeBaHus (Yepe3 JBOE CYTOK IOCIe
WHOKYJISIMU  OakTepuii B Ta3yxy JIMCTa B  CepeauHe  CcTe0yist), MBI

MMpOoaHAJIM3UPOBAJIN OTACIIBHBIC CCKIUHU I/IH(i)I/ILII/IpOBaHHBIX paCTeHI/Iﬁ Ha pasHOM
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PAcCTOSIHMM OT 30HBI HEKpOo3a. XOTs B 30HE HEKpO3a MapeHXuma Obljla aKTUBHO
KOJIOHHU3UpoBaHa Oaktepusamu (puc. 6 A, b), Ha paccTosiHUU HUXKE 3 — 5 MM OT ATOU
30HBI B TIAPEHXUME MBI OOHApYKUBAJIM JIUIIb €IUHUYIHBIE KIeTKU Pha. Eme Hibke
aTo obnactu (Oonee 5 MM OT 30HBI HEKpo3a) KIeTku Pba B TepeHXuUMe
MpPaKTUYECKH HE BCTpedanuch. B  penkux ciayyasx CKOIUIGHHS OakTepuid
OoOHapy’>KMBaJIl, HO TOJIbKO B KJIETKaX, MPWJIETAIOIUX K COCyAaM KCHJIEMbI (puc.
8b). B BakyossiX MapeHXMMHBIX KIJIETOK HM)XKE 30HbI HEKpo3a (HOpPMHUPOBAIOCH
0OJIbIIIOE KOJUYECTBO OCMUODMIBHBIX T00yn (puc. 8A), ONUCAHHBIX BBIIIE
(pazgen 3.1.1.). Takum o00pa3om, 30Ha aKTUBHOW KOJIOHM3AIUS MAaPEHXUMBbI
KIeTkamu Pba coBmanaer ¢ 00JacThi0 MPOSBICHUS CUMIITOMOB 3a00JeBaHUs
(Marnepanus TkaHed U HEKpo3 KJeTokK). Huke 310l 001acTi KopoBasi mapeHXxuma He
KOJIOHM3WPOBaHAa, & B MAPEHXMMHBIX KJIETKaX WHAYLIUPYETCS OTBETHAsI PEaKIHs,
CBs3aHHas ¢ (GOPMHUPOBAHUEM OCMUOPUIBHBIX TI00Y.

B To e Bpems, cocyAbl KCHJIEMbl ObUIM aKTHBHO KOJIOHU3UPOBAHBI
KieTkamu Pba naxe Ha pacctossHuM Hibke 10 MM OoT 30HBI Hekpo3a (puc.8b). B
HEKOTOPBIX COCYyJlax B 3TOM 00nacTv ObUIM OOHApYKEHBbI OaKTEpHAIbHBIE YMOOJIBI.
OTO yKa3blBa€T Ha TO, YTO CKOPOCTh HUCXOJAILIEH MHUTpanuu KiIeTok Pba 1o
cocyZiaM 3HAayUTEIbHO ONEPEKaeT CKOPOCTh MX MepemenieHus no napenxume. C
ATUM TaK>K€ COTJIACYIOTCS JaHHble BbICEBa KIETOK Pba M3 KOPHEBOM CHCTEMBI
WHOUIIMPOBAHHBIX pacTeHuid. Yepe3 CyTKHM Tocine WHQPUIUPOBAHUSA, KOTIa
CUMITOMBI 3a0o0yieBaHUSI ObUIM MPAaKTHUYECKHM HE 3aMETHbl Jake B 30HE
uHUIMPOBaHUsA, KJIETKU Pba yxe BbiceBaluUCh U3 KOpHeBOM cuctembl 50 %
pactenuil. CpenHuil TUTp KJIETOK Pba Ha rpaMM KOpHEHW IMPU 3TOM COCTABIISI
7,4x10> KOE. Ha BTOpOIi f1eHb mT0CIe HHMUIMPOBAHHS PACTEHHIA, KOTIa CHMITTOMBI
3a0oyeBaHUsl TMPOSBISUIMCH JIMIIL JIOKAJIbHO B 00dacTM UHGUUIMPOBAHUSA,
pacnoyio)keHHOW Ha 1 — 2 cM BbIlIe OCHOBaHUS CTEOJsl, KOpHEBasi CHUCTeMa BCEX
MIPOAHATU3UPOBAHHBIX PACTEHUN OblIa MHTEHCHUBHO KOJIOHU3MpoBaHa. CpenHuii
THTp KJIeTOK Pba ripu 5ToM coctasis 1,5%10” KOE/rpamm.

[locne mnepemeimienus dvactu mnomyiasiuuu Pba W3 HaA3eMHOM 4YacTu B

KOpHEBYIO cucTeMy (2 — 3 cyTOK mocie HHOUIIMPOBaHUs), OaKTepUaTbHbIE KIETKH
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4

Puc. 8. Hucxonsmass wmurpanus KieTtok Pectobacterium atrosepticum
SCRI1043 no cocynam kcuneMbl pacteHuit Nicotiana tabacum. Ha dotorpadusx
MpeCTaBIEHbl Cpe3bl cTeOsel MH(UIIMPOBAHHBIX pAacTeHUHN (JABOE CYTOK TOCIIE
uHpuIMpoBaHus) B 0ecCUMITOMOM 00JacTv, pacmoiararorieiics Ha 10 MM HuKe
30HBI MPOSIBJIICHUSI CUMIITOMOB 3a00JieBaHUs (Mallepallui TKaHel, HeKpO3 KIIETOK)
(A, B) u oOumuii BUa KOpHEBOM cucTeMbl mHUIMpoBaHHoro pactenus (B). A —
dbopmupoBaHue OCMHO(DWIBHBIX TJ00YJT B BaKyoJsX IMApPEHXWMHBIX KIIETOK;
MacitaOHas nunHeiika 0,5 MxM. b — 6akTepuanbHbie SMOOJBI B COCYIaX KCUIIEMBI,
JIBOMHOM CTpenKoi 0003HAYEHO CKOIIEHHE OAKTePUAJIbHBIX KJIETOK B CMEXKHOMU C
COCYZOM KCHUJIEMbI KIIETKE NapeHXWMbl, MaciiTtaOHas nauHeika 10 mMkm. B —
BOPOHKOBHJIHBIE  CKOIUIEHUSI ~ OakTepuaibHBIX  KIETOK B  pusocdepe
WH(PUIIMPOBAHHBIX pacTeHUil; MaciitaOHas juHeika 2 mMMm. KC — pacturtenpHas
kieroyHas creHka; T — TtoHomnact, OI' — ocmuodwibHbie TOOYNBI, XJI —
xnopomiact; M — mutoxouapusi; CK — cocyn kcunemsl; BD — OGakrepuanbHbIf

samb6o0i1; KIT — keTka napeHXumsl.
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MUTPHPOBAIM M3 BHYTPEHHUX TKaHEH XO35iMHA B OKpYy)Karomiyr cpeny. Ilpu stom
Ha KOPHAX pacTeHHUS (POPMUPOBAINCH BOPOHKOBUIHBIC CKOILJICHUS OaKTepUaIbHBIX
kieTok (puc. 8B). [o-BunuMomy, Takoe «IoBeJACHUE» 00eCTICUNBAET KOJIOHU3AIUIO
pu3ochepsl U pacceIecHIe MUKPOOPTaHU3MOB B TIOYBE.

[Tommy4yeHHBIC pe3yJbTaThl XOPOIIIO COTJIACYIOTCS C IAaHHBIMHU, KOTOPBIC OBLITH
MOJIYYCHBI HAIIMMH KOJUIETaMHU B UCCIICAOBAHUAX, TPOBOIUMBIMBIX ITApaLICIBHO C
Hamumu skcriepuMmentamu (Kubheka et al., 2013). Droit rpynmnoil B moieBbIX
YCIOBUSAX HA pacTeHUsAX Kaprodens Obula Takke IPOJSMOHCTPHpPOBaHA
HUCXOJSAIIasi MUTPAIUs KIETOK poJicTBeHHOTO Pha Buna Pectobacterium brasilence
0 KCWIEMHBIM COCyJaM J0 JOouYepHUX KiIyOHed. OpHako, XOTS OSTUMH
uccienoBaTes Ml  OOHApYXEHBl KPYIIHBIE CKOIUICHUS KIeToK P. brasilence,
OJIOKUPYIOIIUE TIOJIOCTh KCHJIEMHBIX COCYJIOB, HCIIOJIB3YEMbIH HMMH TIOJIXO/I,
OCHOBAaHHBII HA WCIOJB30BAaHUM (IYOPECIICHTHO MEYEHOro IITaMMa |
MPUMEHEHUU KOH(POKAIbHOM MHMKPOCKOTIMM Ha JKHUBBIX TKaHIX, HE WMEI
JOCTATOYHOM paspemarme CcrnocoOHOCTH ISl BBISBICHUS OCOOEHHOCTEH
yIBTPaCTPYKTYPhI OaKTepUaIbHBIX KJIETOK, KOJIOHU3UPOBABIINUX COCY/IBI.

Takum o0pa3om, I KICTOK Pba xapakTepHa HUCXOJAIIAs MHIpaIUs B
OpraHu3Me XO3siMHA II0 KCHUJIEMHBIM cocyaaMm. [lo Bceld BEpOSATHOCTH, 3TY
CrIOCOOHOCTh ~ OOecreynBarOT  OakTepualbHbIE  3MOOJIBI, OJIOKUPYIOIIUE

BOCXOJISII_HI/Iﬁ TOK JKUIKOCTH 110 COCYyIaM.

3.3.4. U3MeHeHUsI B yJIbTPACTPYKTYype KJIeTOK P. atrosepticum SCRI1043
nocJjie rudeiv pacTeHMsI-X03UHA
['ubenp pacTeHHs-X03dMHA ObUIa  COMNpsKEHA C  M3MEHEHMSIMU B
yIBTPaCTPYKType KiIeToK Pba. B cocynax Kcuiaembl NMPOUCXOJWJIA MOCTENEHHas
Ae3uHTerpanusi OakrepuaibHbIX 3MO0010B (puc. 9A). MaTpukc OaKTepuaIbHBIX
aM0OoiioB paspymancs (puc. 9b, B). Knetku, kotopsie B cocTaBe OaKTepHaTbHBIX
AMOOJIOB OBUIM IUIOTHO MpWXaTbl APYr K APYry, pasbenussiauch (puc. 9b, B).
[Mutomnasma ATUX  KIETOK yxe He Obuta auddepeHupoBaHa Ha

QJICKTPOHOIUVIOTHYIO H 3JICKTPOHOIIPO3PAYHYIO O6HaCTI/I, a CTaHOBWJIAch Ooiee



116

Puc. 9. Yaprpactpykrypa kietok Pectobacterium atrosepticum SCRI1043
(Pba) mocne rubenu pactenusi-xozsiuHa (Nicotiana tabacum). Ha dotorpadusx
MIpeCTaBIEHbI CPe3bl CTeOIeH MHOUIIMPOBAHHBIX pacTeHH depe3 msaTh (A — B) u
nesath (I, 1) cyrok mocie uHPUIUPOBAHUSA. A — JAE3UHTETpalusi OaKTepuaIbHbIX
AMOOJIOB B cOCyAax KCHUJieMbl; maciuTtaOHas nuHedka 2 MxM. b — paspyiienue
MaTpukca OaKTepHaJIbHBIX 53MOOJIOB, MaciiTaOHas JwmHeiika 0,5 mxm. B —
M3MEHEHHS B yIbTPACTPYKTYpe KIETOK Pha mociie ne3uHTerpauun 0akTepuagibHbIX

sM0070B; MacmTabHas JmHeiika 0,5 Mxm. I' — oOmmii BUJ MEXKIECTHHUKA
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NapeHXUMbl, KOJIOHU3UPOBAaHHOTO Pba; macmtabHas nuHerka 2 MkM. | — kineTku
Pba B MEXKJIETHUKE TMapeHXUMbl; JBOWHBIMU U OJUHAPHBIMU CTpPEIKAMHU
0o003HaueHbl KIETKU Pbha, paziauyaromuecss MO YIbTPACTPYKType, MacluTaOHas

nuneiika 0,5 mxm. KC — pacturenbHas kinetouHas creHka; MK — MEeXKIIETHHK.

pa3pBIXJICHHOW U OTHOPOAHON. HekoTophle KiIeTKH ObLTN TUIa3MOJIU3UPOBAHEI (PHC.
9 b, B).

Yepesz neBATH CYTOK TMOClie HWH(DHIMPOBAHUS PACTCHUU CYONOMyIsIns
KIETOK Pba, KONOHWU3HUPYIOIIas 00JacTh KOPOBOH MapeHXWMBI Ha PaCTUTEIBHBIX
oCTaTKax, CTaHOBWJAach TrereporeHHou (puc. 9A, b). Yactp kimeTok wumena
HEOJTHOPOJIHYIO IUTOIIA3MY C 3JIEKTPOHOIUIOTHOW TepudepuitHol 00IacThio U €
0oJiee AIEKTPOHONPO3PAUYHON BHYTPEHHEHW 30HOM, B KOTOPOW OBLT JIOKAJHU30BaH
wykiaeous (puc. 9b). Knetku BTOporo Tuma OBUIM B pa3HOM CTENCHH
TUTa3MOJU3UPOBAHBI, UMENIN Pa3pPBIXJICHHYIO IUTOTIA3MY HEBBICOKOW AJIEKTPOHHOM
TUIOTHOCTH, B KOTOPOW HYKJICOH]I TIOXO BBIABISICS (puc. 9b). Dtr xietku Obun
CXOIHBI TIO YIbTPACTPYKTYpPE C JKU3HECIOCOOHBIMU, HO HEKYJIBTBHPYEMBIMHU
KieTkamu Pba, panee oxapaxkrtepu3oBaHHbIMU in vitro (I'opmikoB u np., 2009).
BbIsiBJIeHHE B pacTUTENBHBIX OCTaTkax KIeTOK Pba momobHO Mopdonorun
coryiacyercs ¢ JaHHBIMH MHUKPOOHMOJIOTHYECKHX BBICEBOB, KonmuecTBeHHOTO [TI[P-
aHallM3a W DKCIIEPUMEHTOB 0 «O>KHMBIICHUI0» Pba, OMMCaHHBIMU BbIIIE (pa3men 3.
1).

Takum o0paszom, mocie THOENH pacTeHUs-XO3IMHAa CHOPMUPOBAHHBIC Ha
paHHEW W OCTPOH cTaaumsX MHPEKIUU OaKTepUalbHBIE SMOOIBI AE3UHTETPHPYIOT.
CyOmomynsiust  KieToK  Pba, KOJIOHU3UPYIOIIUX TMapeHXUMY, CTaHOBUTCS
rereporeHHolH. HekoTopple KJIETKM TIpH OTOM HMEIOT  YIBTPaCTPYKTYpY,
XapakTepHyto s mokosmmxcs ¢opm. [lomoOHble uW3MeHeHUWs, MO Bce
BEPOSITHOCTHU, oOecreunBatoT 6osee 3Pp(HeKTUBHOE COXpPaHEHHE MUKPOOPTaHU3MOB

Ha PAaCTUTCIbHBIX OCTATKAX B XOAC BHCBCTCTAITMOHHOI'O IICpHUOaa.
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3.3.5. YabTpacTpykrypa kiaerok P. atrosepticum SCRI1043 u Tabaka
npu 0ecCMMNTOMHON MHPEKIUH

[Tocne wnduupoBanus pacteHuid tabaka kinetkamu Pba, oxono 30 %
pacTeHUl HE TPOSBISAIO CUMITOMOB 3aboseBanus (pazaen 3.1.). OmHako y
HEKOTOPBIX PACTEHHH 3TOM «0ecCMMNTOMHOIN» rpynmsl yepe3 5 — 20 cyTok mociie
MHOUIMPOBAHUS, HECMOTPS Ha OTCYTCTBHE BHAMMBIX CHUMITOMOB B HaJI3eMHOMU
4acTH, B KOpPHEBOM cucTeMe (HOPMHUPOBAIUCH BOPOHKOBUJIHBIE CKOILJICHUS
OakTepualbHBIX KJIETOK (omucaHHbie B paznene 3.3.3). D10, mo Bceil BUIUMOCTH,
CBUJETENBCTBOBAIIO B  MOJB3Yy TOrO, UYTO, HECMOTpS Ha  OTCYTCTBHUE
MOP(OJOTUYECKUX TMPU3HAKOB 3a00JIeBaHUS, MHKPOOHBIE KJIETKH aKTUBHO
pPa3sMHOXaINUCh in planta U MUTPUPOBAIM IO PACTEHUIO M3 HAJI3EMHOM YacTh B
KOpHEBYIO0 cucTeMy. [l MpOBEpKH 3TOr0 Mbl MPOAHATU3UPOBAIM H3MEHEHHUE
TUTpA KIETOK Pba B pacTeHUAX, HE MPOSBUBIIMX CUMITOMBI 3a00J€BaHus, yepes 9
u 20 cyTok nocie HHGUIUPOBaAHUS.

Yepe3 1eBATh CYTOK MOcCie HHPUUMPOBAHUS Yy TMOJOBUHBI PACTCHHH, HE
MPOSBUBUINX CUMIITOMBI 3a00JI€BaHusl, TUTP KIETOK Pba nubo moHmxancs, a11udo
CYLIECTBEHHO HE H3MEHSJICS MO0 CPAaBHEHHUIO C KOJIMYECTBOM HHOKYJIMPOBAHHBIX
KJIIETOK MHKpOOpraHusma (OKoJIO 10° KOE). ¥V BTOpOil MOJOBUHBI pacTCHUU
TUIOTHOCTb TIOMYJISALNK GAKTEPUii YBETHUMBATIACH H COCTABIsA OT 5 X 10° 10 2 X
10> KOE/rpamm chipoii Maccel. Yepes 20 CyTok mocie HHUIMPOBAHHS B
MOJIOBUHE TMPOAHAJIU3UPOBAHHBIX OECCUMIITOMHBIX PpACTEHUH TUTP KIETOK
maToreHa yBeanmumBancs u coctaBmu oT 2 X 10° mo 10° KOE/rpamm. Dto
yKa3blBaeT Ha TO, YTO OTCYTCTBHE CUMIITOMOB 3a00JIEBaHMS Yy PAaCTEHHUSA-XO35MHA
He 00513aTebHO CBA3aHO C AIMMHUHAILMEN KJIETOK MaTOreHa; 3a4acTyio TUTP KIETOK
Pba mnpu OeccUMNTOMHOM HMHQEKIMH MOXKET YBEIUYMBATHCA HA HECKOJBKO
MOPSAJIKOB BEJIMYHUH.

JlJist XapakTepuCcTUKU 0coOeHHOCTEed MOpQosoruu KieTtok Pba u pacTeHUi
Tabaka, a TakKe OIpe/esieHUs JIOKaau3aluuu OakTepuil B OpraHu3Me XO3sMHaA MpHU
O0eccUMNTOMHON HMH(EKUUH OBUIM HCIOJIb30BaHbl PACTEHMS, B KOTOPBIX THUTP

KIICTOK TIAaTOI'CHAa YBCIMUMYHUBAJICA TII0 CPABHCHUIO C KOJUYCCTBOM KIICTOK B
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WHOKYJISITE, a CUMITOMBI 3a00JI€BaHMs MPU TOM HE TPOSBISUIUCH. B cTpyKType
KIETOK W TKaHeW CTeONell TakuxX pacTeHWid He OBUIO BBISBICHO SBHBIX
noBpexaeHnit (puc.10), uyTo cormacyercsi ¢ OTCYTCTBHEM MOP(OIOTHIESCKIX
NpHU3HAKOB 3a0o0yeBaHus. XOTs B MapeHXMME WHOT/Aa OOHAPYKHBAIA €IMHUIHBIC
KIETKU Pba, WX KOIMYECTBO KapAUHAIBHBIM 00pa3oM OTIMYAIOCH OT KOJTHYECTBa
OaKTepHAIbHBIX KJIETOK B 30HE HEKpO3a y PACTCHHH, MPOSBHUBIIMX CHMITTOMBI
3a0oneBaHus. KieTku mapeHXWMBbI COAEpKaIN B BaKyOJSIX OOJBIIOE KOIUYECTBO
ocMuOGUIBHBIX T100yn (onmucaHHbIX B pazaenax 3.3.1 u 3.3.3), mo-Bugumomy,
OTPaHUYMBAIONIUX HHTCHCHBHYIO KOJIOHM3AITMIO TApPCHXHMBI OakTepusamMu (puc.
10A).

B TO ke Bpems, HEKOTOphlE KCHJIEMHBIE COCYAbl OBUIM HWHTCHCHUBHO
KOJIOHM3UpOBaHbI OakTepusmu (puc. 10b). [Ipu 3TOM MOITOCTH HEKOTOPHIX COCYIOB
Oblla TMOJHOCTBHIO 3aKymopeHa Jubo kierkamMu Pba, TOrpyKEHHbBIMU B
reJienoIo0HyI0 CyOCTaHIIMI0, onmMcaHHyio Bbime (cM. pasupen 3.3.2) (puc. 10B),
60 OGakTepuaIbHBIMU AYMOOIaMHU.

Takum o6pazoM, hopMHpOBaHHE MATOIOTHUYECKOW CHCTEMBI, BKIIIOUAIOIIEH
Pba w Tabak, MOXET NPOXOIUTh, KaK MHUHHUMYM, II0 JIBYM CIICHapHsM: C
MPOSIBJICHHEM U 0€3 MPOsBICHUSI CHMIITOMOB 3a0oeBaHus. OOmuUM sl THX JBYX
CTpaTeTuil SBJISETCS TPOIECC 3aKyMOPKH KCWJIEMHBIX COCYAOB pPacTCHUH,
CBSI3aHHBIM ¢ 0OpazoBaHWEM OaKTepUaJbHBIX 3MOOJIOB, KOTOpHIE, OJIOKUPYS
TPAHCIIMPAIIMOHHBIA TOK, 00ECIEeYNBAIOT HHUCXOJALIYI0 MUTpALUI0 OaKTepui IO
cocyzaM K moja3eMHbIM opraHamM. OCHOBHOE OTJIMYHE 3aKIIF0OYAETCS B TOM, YTO MPHU
OCCCUMITOMHOM DPa3BUTHUH WH(MEKIUHW YTrHETAETCS pPa3BHTHE «IApPCHXUMHOMN
cyononynsiiuny Pba, onpenenstomneil cuMnToMbl 3a00yieBaHus (HEKPO3 KIETOK U
Mmarepanus TkaHei). HecmoTpss Ha oTcyTcTBHE MOP(OJIOTHYECKHX MPU3HAKOB
3a00NIeBaHUsl y XO35IMHA, TMOMYJISIUS MHKPOOPTaHU3MOB in  planta MOXeT
pa3BUBATHCS: YBEIUYHMBACTCA €€ IUIOTHOCTh, OaKTEepHalbHBIE KIETKH CHUCTEMHO
pacTIpoCTPaHIOTCS 10 PACTCHUIO U 3a ero mpeaensl (puzocdepa). CremoBaTensHO,
«arpeccUBHOE TMOBEJCHNE» MHUKPOOPTaHM3MOB, MPUBOMAIICE K THOSIH PacTCHUS-

X03s11MHa  ABJIIACTCA, IIO BCEH BHUAUMOCTH, ((d)aKYHBTaTI/IBHBIM», TO CCTb
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Puc. 10. Ctpykrypa TkaHel pactenuit Nicotiana tabacum, HEe TIPOSIBUBIINX

CUMIITOMOB  3a0oJyieBaHus  (Malepaiuss TKaHeW, HEKpPo3 KIETOK) TMocie
uHuupoBanus kietkamu Pectobacterium atrosepticum SCRI1043 (Pba). Ha
dboTtorpadusx nmpencTaBieHbl cpe3bl cTedaei HHPUIIMPOBAHHBIX PACTCHUN (IEBATH
CyTOK Tmociie WHOUIMpOBaHUA). A — ocMHODWIbHBIE TJOOYJIBI B BaKyOJISIX
MapeHXUMBIX KJIETOK Tabaka mpu OECCUMITOMHOW WH(EKINH, BbI3BaHHOU Pba;
macmtabHas jmHelika 10 MkM. B — cocyasl KCuiieMbl, KOJOHHM3HPOBAaHHBIC

Kietkamu Pba, B Xone 6eccuMnToMHON HHGEKIIMU, MaciTabHas auHelka 10 MKM.
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HEoOs3aTeTbHON CTalued AJsl MPOXOXKICHHUS TOMYJISAIMOHHOTO ITUKIAa MHKPOOOB.
OTH pe3ynbTaThl XOPOIIO COTJIACYIOTCS C MHOTOUYWCIICHHBIMH JaHHBIMH O
O0ecCUMIITOMHBIX HH(EKIUAX, BBI3BIBAEMBIX OakTepusiMu popa Pectobacterium y
kaprodens (Hayward, 1974; Perombelon, 2002; Marquez-Villavicencio et al.,
2011; Toth et al., 2011; Czajkowski et al., 2011). [Ipu sToM He3aBUCUMO OT
BBIPQXKEHHOCTU CUMIITOMOB 3a0ojeBanus, 0akTepun 3P(HEKTUBHO TMEepeatoTcs OT
OJIHOTO BETrE€TaTUBHOTO TIOKOJICHUS PACTEHUHN APYyroMy (4epe3 KIIyOHH).

OnucanHble B OTOM pas3lelne pe3yidbTaThl JAEMOHCTPUPYIOT, 4YTO
OakTepwalibHas TOMYJSIUS BHYTPH PACTUTEIBLHOTO OpraHU3Ma HE SBISICTCS
COBOKYITHOCTBIO OJHOPOIHBIX KIJIETOK, a TPEACTaBIseT CO0O0W JUHAMHYHYIO
pasBuBaromlyr0o cucreMy. OnHOH W3 JABWKYIIUX CWJI, TNPHUBOIAIINX K
(GhOpPMHPOBAHUIO TETEPOTCHHOCTH B MHKPOOHOM MOMYJISAINU, IO BCEH BUIMMOCTH,
SIBJIICTCS. HEOJHOPOJHOCTh YCIIOBUM B Pa3IUYHBIX KJICTKAaX M TKAHSAX XO35AWHA, B
TOM YHCIIE Pa3HOTHITHOCTh MPOTEKAOIINX B HUX (PU3MOIOTHUECKUX MPOIIECCOB.
Paznple cyOnomymsanuy OakTepHid, alalTUPYSICh K Pa3IuYHBIM «KOMIIAPTMEHTaM
CBOCTO XO3siMHa, (POPMHUPYIOT OTACIbHbIC (DYHKIIMOHAIBHBIC CIMHUIIBI, KOTOPHIC B
COBOKYITHOCTH 00€CTIEYMBAIOT MPOXOKIACHHUE MOMYIISIIMOHHOTO ITUKJIa B OpraHu3Me
pacteHus-xo3auHa. COOTHOIIEHHWE pa3HBIX CYOMOMYJSIIMI MOXXET OINpeAeiTh

MOp(i)OJIOFI/ILICCKI/IC IIPpU3HAKH BBaHMOHCﬁCTBHH paCTeHI/Iﬁ 1 MUKPOOPTaHNU3MOB.

3.4. Jkcnpeccusi })KaCMOHAT- U CAJMIWIAT-UHHAYIMPYEMbIX MAPKEPHbIX F€HOB
B pacTeHMsIX Ta0aKka NpHU pPa3jinyHbIX THIIAX OTBETHBIX PeaKIuii HA
uHuuupoBanme P. atrosepticum SCRI1043

Pa3nooOpa3nbie crmocoObl B3auMojieiicTBUs Pba u pacteHuid Tabaka
(TunmuyHble W OECCUMIITOMHBICE HMH(EKIMH, OMHCAHHBIE BBIIIE), MOTYT
onpenenarbcs AU depeHIpoBaHHON  pabOTO  TOPMOHANBHBIX  CHCTEM
MaKpOOpraHu3Ma, KOTOPBIE PpETryJIUPYyIOT MaTOTCH-UHAYLUHUPYEMbIE OTBETHBIE
peakuun. K Takum cucremam, B TIEPBYIO OYEPEAb, OTHOCAT >KaCMOHAT- U
canuiuiaT-3aBucuMble. [l BBIABICHUS — (PUBHOJOTMYECKUX  TapaMeTpOB

PACTUTCIIBHOIO OpraHM3Mad, pPa3jiMvdarominuX pPa3HbIC  THIIbI I/IH(i)CKLII/IOHHOFO
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mporecca, Mbl OICHWINM OCOOCHHOCTH ()YHKIIMOHHPOBAHHSI JTUX CHCTEM Y
pacteHuii Tabaka MpW TUMUYHONW M OECCUMITOMHON MH(EKIUAX, BEI3BaHHBIX Pba,
a TaKkKe B paMKax JIOKaJbHOTO M CHCTEMHOTO OTBETOB MaKpOOpraHM3Ma Ha
WHBA3MIO MaTOreHa. B KauecTBe METOAMYECKOTO IMOAXO0Ja MPH 3TOM ObUT BHIOpaH
aHallM3 YPOBHS TPAHCKPUITOB MAapKEPHBIX T€HOB, XapaKTep KCIPECCHs] KOTOPBIX
COOTBETCTBYET HW3MEHEHHsSM B pabdoTe >KaCMOHAT- W CaJIHIMIAT-3aBUCUMBIX
TOPMOHABHBIX CHCTEM.

B kadecTBe MapkepoB ’KaCMOHAT-3aBUCUMOTO TIIYTH OBUIM BBIOpaHBI
cienytorme rewsl  Tabaka: 1)  NtAOC  (AJ308487.1), xomupyrouui
aieHokecuauukinazy  (AOLl);  2) NtLOX2  (X84040.1), xoaupyrouun
munokcurenasy (JIOD'); 3) NtJAZ3 (AB433898.1), koaupyromuii peryisiTOpHbIi
oenok JAZ3. Jlng 3TUX TeHOB paHee ObLT MOATBEPXKIEH MKAaCMOHAT-3aBUCHUMbBIN
XapakTep JKCIpEecCHH, B TOM 4Yucie y pacreHuid tabaka (Véronési et al., 1996;
Kumar, Klessig, 2000; Lannoo et al., 2007; Han et al., 2012; Yang et al., 2014).
MapkepoM canuuuiaT-3aBUCUMOI0 TOpMOHAJIBHOTO MyTH ObLT BbIOpaH red NtPR1
(X06930.1), xonupyronuii naroreH-uHAynupyeMbiii 0enok PR-1, kotopslit yacto
UCTIONB3YETCsI AJII MOHUTOPUHTA OTBETOB, KOOPAMHUPYEMBIX ITHM (UTOTOPMOHOM
(Palva et al., 1994; Vidal et al., 1997; Po-Wen et al., 2013).

Jns  ompeneneHuss — OCOOCHHOCTEH — (YHKIIMOHUPOBAHHS  IIEJIEBBIX
TOPMOHATBHBIX CHCTEM IMPH JIOKATPHOM M CHCTEMHOM OTBETaxX B MpoIecce
TUNUYHON W OECCUMNTOMHOW HWH(EKIWHA B aHaIW3 OBUIM B3ATHI CIEIYIOIINE
00pa3sIisl.

1. JIuct xoHTpONbHOTO pacteHust yepe3 24 daca nocie HaHecenus 0,4 %
NaCl (koHTpOIB).

2. Jluctr WHQUIIMPOBAHHOTO pPACTEHHUs, Ha KOTOPBHIH HEMOCPEICTBEHHO
HAHOCWJIM CYCIIEH3UIO KJIETOK Pha W Ha KOTOPOM TIPOSIBISUIUCH CHMITTOMBI
3a0o0seBaHus (JIOKaJbHBIN OTBET).

3. JIuct MHPUIIUPOBAHHOTO PACTEHHsI, HA KOTOPOM CHUMIITOMEI 3a00JIeBaHUS
HE TPOSBISIINCH, PACIOIAraBIINICS MO JHCTOM, WHOKYJIWPOBAHHBIM KIIETKAMH

Pba (cuctemHbIl OTBET).
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Bropoli u Tperuii o00pa3ibpl ObuM  B3ATHI 4epe3 24 wyaca TMocie
MHOUIMPOBAHUS C PACTEHHM, HA KOTOPBIX K 3TOMY BpPEMEHHM IPOSBIISIIUCH
CUMNTOMBI 3a0oJyieBaHMsl (HeOOJbIIas 30HA Malepaluyd B 30HE MHOKYISIUU
TUaMETPOM 2 — 3 MM).

4. Jluct uWHOUUUPOBAHHOIO pACTEHUS, HE TMPOSBUBILIETO CHUMIITOMBI
3a0o0sieBaHusl, Ha KOTOPBIA HEMOCPECTBEHHO HAHOCWIIM CYCHeH3UI0 KIeToK Pha. B
aHaau3 ObUIM BKJIIOYCHBI HMH(PUIIMPOBAHHBICE pACTCHHS 4epe3 9 CyTOK Tmocie
MHOKYJIALIMH, KOTOpble K 3TOMY BPEMEHH CHUMIITOMOB 3a00J€BaHUsl HE MPOSBUIIH,
HO TUTp KJIETOK Pba, B KOTOPBIX YBEIUYHMBAJICS MO CPABHEHHUIO C KOJIMYECTBOM
KJIETOK B MHOKYJISITE (JJaTeHTHAs HHPEKITUsA ).

[Ipy TUNUYHON MH(DEKIUU YPOBEHb SKCIPECCUU KACMOHAT-UHAYLHUPYEMbBIX
MapkepHbiX TeHoB (AOLL, JIOI', JAZ) Bo3pacTtan 1mo CpaBHEHUIO C TaKOBBIM JJis
MHTaKTHBIX pacTeHuid. [Ipu 3TOM coaepikaHue TPaHCKPHUNTOB YBEIMYUBAJIOCH Kak
IpU JOKAJIBHOM, TaK M MpH cucTeMHOM oTBetax (puc. 11). Ilpu 6eccumnTomHOM
MH(DEKIUU y UHOKYJIUPOBAHHBIX KiIeTKaMu Pba pacTeHuil ypoBEHb TPAHCKPUIITOB
KACMOHAT-UHIYIIUPYEMbIX MapKEepHbIX T'€HOB HE OTJIMYAJICS OT KOHTpOJs (puc.
11).

VYpoBeHb 3KCIpECCUM CalMUUIAT-UHAYHHPYeMOro MapkepHoro reHa PR-1
IpU TUNUYHON MH(EKUHUH, BbI3BAaHHOW Pba, HE MEHsUICS HU MPHU JIOKATbHOM, HU
IPU CUCTEMHOM OTBETaX Ha MHBA3MIO MAaTOreHa M0 CPABHEHHUIO C KOHTpOJIEM (pHC.
12). IIpu 6eccumnToMHON UHGPEKIIMU YPOBEHb IKCIIPECCUU ITOTO T'€HA BO3pacTall.
Takum oOpaszoM, mpu B3auMOEHCTBUU Tabaka U Pba, CONPSKEHHOM C Pa3BUTHEM
CUMIITOMOB 3a00JI€BaHUN Y PACTEHUS-X0391HA, TPOUCXOIUT MHAYKIUS >KaCMOHAT-
3aBUCUMOr0 OTBETAa, a CaJUIMIAT-3aBUCUMBII OTBET He akrtuBupyercsa. llpu
OecCUMNTOMHON HMH(EKINH, HA000pPOT, HHAYLUUPYETCS CaJulUIaT-3aBUCUMBIN
OTBET, a UHIYKIUHU )KaCMOHAT-3aBUCUMOTI'0 HE MMPOUCXO/IUT.

OTU JaHHBIE COTJACYIOTCA C pe3ylbTaTaMM, IOJYyYCHHBIMU paHee Ha
pacTeHusIXx pe3yxoBuuku (Arabidopsis thaliana) w TabGaka, WHOUIIMPOBAHHBIX
OJIM3KOpOACTBEHHBIM Pba mnaroreHoMm Erwinia carotovora (Pectobacterium

carotovorum (Pbc)) (Palva et al., 1994; Vidal et al., 1997; Norman-Setterblad et
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YpoBeHb 3Kcrnpeccuu (OTH. efl.)

I ] I 1

K n Cc B

c W o

Puc. 11. DOkchopeccust XKacMOHAT-UHIYLUUPYEMbIX TE€HOB, KOAUPYIOLIMUX
perynsTopHbiii 6enok JAZ3 (depHble crTonOubl), amieHokcuauukiazy NtAOC
(Oenpie cTonmbIBl) M sunokcurenazy NtLOX2 (cepbie CTONOIBI) B JUCTHAX
koHTpodbHBIX (K) u undumuposannsix Pectobacterium atrosepticum SCRI1043
(JI, C, b) pactenusx tabaka. JI — MUCThsI, HA KOTOPbIE HEMOCPEICTBEHHO HAHOCHIIH
KJIETKU TMaToreHa (JOKaJbHBIM OTBET), B3SAThle C HMHPUIUPOBAHHBIX PACTCHUIA,
MPOSIBUBIIMX CUMNOTOMBI 3a0ojeBanus (24 uvaca mnocne uHpuiuposanus);, C —
JUCThS, pacHojiaraBUIMECs TMOJ] JUCTbIMH, HWHOKYJIMPOBAHHBIMH [AaTOT€HOM
(cucTeMHBI OTBET), B3ATbIE C HHPUIUPOBAHHBIX PACTEHUH, MPOSIBUBIINX
cuMnToMbl 3aboneBanust (24 waca mocie uHuMpoBanus); b — nucThs, Ha
KOTOpbIE€  HEMOCPEJICTBEHHO  HAHOCHUJIM  KIETKM  TMAaTOreHa,  B3AThIE C
MHOUIMPOBAHHBIX  pPACTEHUH, HE TMPOSIBUBLIMX CHUMIOTOMBI  3a00jeBaHUs
(6eccumniromuast uapexnus, 9 cyrok mnocie uHbuMpoBaHus). [IpeacraBneHHbIe
3HAYEHUsI COOTBETCTBYIOT CPEIHUM JIJIsl YETHIpEX OMOIOTHYECKUX OBTOpHOCTEH. B

Ka4uCCTBC p2136pOCOB YKa33aHO CTAHAAPTHOC OTKIIOHCHUC.
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YpoBeHb 3Kcnpeccum
(OTH. en.)

K n C B

Puc. 12. DOkcnpeccust canuuunar-uHaynupyemoro reHa PR-1 B numcThsax
koHTpodbHBIX (K) u undummposannsix Pectobacterium atrosepticum SCRI1043
(JI, C, b) pactenusax tabaka. JI — MUCThsI, Ha KOTOPbIE HETIOCPEICTBEHHO HAHOCHIIU
KJIETKU TMaTtoreHa (JOKaJbHBIM OTBET), B3SAThiE C HHPUIUPOBAHHBIX PACTCHUIA,
MPOSIBUBIIMX CUMMOTOMBI 3a0ojeBanus (24 uvaca mocne uHpuiuposanus), C —
JUCThS, pacHojiaraBUIMECs TMOJ| JUCTbIMH, HWHOKYJIUPOBAaHHBIMH IAaTOT€HOM
(cucTeMHBI OTBET), B3ATbIE C HH(PUIUPOBAHHBIX PACTEHUH, MPOSIBUBIINX
cuMnToMbl 3aboneBanust (24 waca mocie uHuUpoBanus); b — nucThs, Ha
KOTOpbIE€  HEMOCPEICTBEHHO  HAHOCHUIM  KJIETKM  [AaTOreHa,  B3STbIE C
MHOUIMPOBAHHBIX  pPACTEHUH, HE TMPOSIBUBLIMX CHUMIOTOMBI  3a00jeBaHUs
(6eccumnromuast uadekuus) (9 cytok nocne uHpuuupoBanus). [IpeacraBneHHbIe
3HAYEHUsI COOTBETCTBYIOT CPEIHUM JIJIsl YEThIpEX OMOIOTHYECKUX OBTOpHOCTEHN. B
KauecTBe pa30poCOB yKa3aHO CTaHAAPTHOE OTKIOHEHHE. * — pa3iuyuus JOCTOBEPHBI

pu p < 0,05.
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al., 2000). Ilo pe3ynpTaTaM »dTUX HCCJICAOBAaHUNH aBTOpaMH  CJEJIaHO
MIPEAINO0JIOKEHNE, YTO ONPEALAIONIYI0 pojib B (DOPMUPOBAHUU 3AIUTHOTO OTBETA
pacTeHMii Ha TEKTOOAaKTEpUN UIrpaeT akKTHBAIUS >KaCMOHAT-3aBUCHUMOTO
TOPMOHAJILHOT'O MYTH, HO HE CAIMIIMIAT-3aBUCUMOT0. DTO MPEANOI0KeHHE ObLIO0
apryMEHTHPOBAHO TEM, YTO 1) OTBETHBIC PEaKIMU pacTeHu Ha Pbc HEe 3aBUCST OT
CaTUIUIIAT-3aBUCUMOI0 TIyTH: B TPAHCTE€HHBIX PACTCHUSX C MOHKEHHBIM YPOBHEM
ATOTO (PUTOTOPMOHA XapaKTEP IKCIPECCUM Pbhc-UHIYIUPYEMBIX T€HOB, a TaKXKe
YCTOMYUBOCTh PACTCHUH, HE OTIUYAINCh OT JUKOrO0 THMA; 2) HWHOKYISAIUS
pacTteHuit nuO0 KieTkamu Pbc, nubo0 cymnepHaTaHTaMU KYJbTYp 3TOW OaKTepuu
MPUBOAMIA K aKTUBAIIMU JKCIPECCUH >KACMOHAT-UHAYIUPYEMBIX T'€HOB, HO HE
cauIUIaT-uHAYIUpYeMbIX; 3) mnpenoOpaboTka pacTeHWil CylnepHaTaHTaMU
KYJbTYp, COTIPSDKEHHAsI ¢ aKTUBAIlMEN KaCMOHAT-3aBUCUMOTO MyTH, opMHUpoBaia
YCTOMYUBOCTH PACTEHUM K ITOMY MMAaTOTEHY.

Onnako, psf AKCIEPUMEHTAIBHBIX JIAHHBIX, OMHCAHHBIX B JHUTEpaType,
CTaBUT T1OJi COMHEHHME  OMNPEICIAIONIyI0  POJb  >KaCMOHAT-3aBUCUMOIO
TOPMOHAJILHOT'O MYTH B (POPMHPOBAHUU YCTOMUYMBOCTH K TEKTOOAKTEPUAM H
yKa3blBa€T Ha OOJIBIIMN 3alIUTHBIA TMOTCHIMAN CAJIMIMIAT-3aBUCUMOIO TPH
B3aUMOJICHCTBUU PACTEHUN ¢ STUMU NTaToreHaMu. Bo-mepBbIX, HECMOTpPS HA TO, YTO
MpU B3aUMOJICHCTBUHU TEKTOOAKTEPUN C PACTCHUSMH TMPOUCXOJUT aKTHBALIUS
IKCTIPECCUHU >KAaCMOHAT-UHAYIMPYEMBIX T€HOB, 3TO HE MPEMSATCTBYET Pa3BUTHUIO
nHpexuun (Hame wuccienoanue; Vidal et al., 1997, Norman-Setterblad et al.,
2000). ITo Bceit BepOSTHOCTH, 3TO CBSI3AHO C TEM, YTO MEKTOOAKTEPUHU MPOSBIISIIOT
YCTOMYUBOCTH K OTBETHBIM PEAKITUsIM X035IMHA, aKTUBHUPYEMBIM jkacMOHaTaMu. Bo-
BTOPBIX, MpenoOopaboTka pacTEHUW CAIUITUIOBOM KHCIIOTOM, MPUBOAAIIAS K
aKTUBAIIUU CATUINIIAT-3aBUCHUMOT0 OTBETA, JeaeT pacCTeHUs YCTOMYMBBIMU K Pbc.
[IpryeM 3Ta yCTOMYMBOCTH CONPSIKEHA C 3aIATHOM pPEAKUUEH, HAIIOMHUHAIOLIECH
cBepxuyBcTBUTENBbHOCTh (PCY), KOoTOpas MHAYUHUPYETCS CATUIIUIOBON KHUCIOTOU
(Palva et al., 1994). B-TpeThux, yCTOWUHUBOCTh pacTeHuil Kk Pbc, popmupyromascs
BCIIEJICTBHE OOpaOOTKM CaJUIMIOBON KHCJIOTOW, COMpsDKEHa ¢ pernpeccuei

KACMOHAT-UHAYITUPYCMbBIX peaKHI/Iﬁ MakKpoOpranuima, KOTOPBIC  SABJIANOTCA
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TUIUYHBIME /17151 WHQEKIIMOHHOTO MpoIiecca, BRI3BaHHOTO NiekTobakTepusmu (Vidal
et al, 1997). B-dueTBepThiX, cekpeTupyembie Pbc MeTabOJUTHl TOJABIISIIOT
AKCIPECCUIO0 CATHMIMIAT-UHIYIIHPYEMBIX T€HOB y pacTeHWid. J[pyrumu clioBamw,
OTOT MAaTOTeH CMOocOoOCH TOAaBIATh pPabOTy CaTUIMIAT-3aBUCUMOTO MYTH U
penpeccupoBaTh CUCTEMHYIO MTpHOOpeTeHHY10 yctouuBocTh (Vidal et al., 1997).

B-misAThIX, Kak OBUIO BBIICHEHO YXE TOCIe MPOBEICHUS HCCIICIOBaHHM,
nporuTupoBaHHbIX Beiie (Palva ef al., 1994; Vidal et al., 1997; Norman-Setterblad
et al., 2000), B reHoMe Pba CylecTBYIOT T'€Hbl, MPOAYKTHl KOTOPBIX, MO BCEH
BEPOSATHOCTH, MOTYT BIUATh Ha (DYHKIMOHUPOBAHUE KXACMOHAT- W CaJHIIMJIAT-
3aBUCUMBIX cucTteM pacteHus-xossiuHa (Bell et al.,, 2004). Tak reH, cfa y Pba
KOAMpYyeT pepMEeHT OMOCHHTE3a OJTHOTO W3 KOMIIOHEHTOB OTMMCAHHOTO Ha MPUMEPE
Pseudomonas ~ syringae = QUTOTOKCMHA  KOpPOHATHHA, KOTOPBIA  CIIYXKHUT
(GyHKUMOHANBHBIM ~ aHAJIOTOM  KAaCMOHOBOW  KHCIOTHI  (pazmen 1.4). Xots
CYIIECTBOBaHHE ITOr0 (PUTOTOKCHHA y TEKTOOAKTEepHil MOKa He OBLJIO JOKa3aHo,
MyTalus 1o Teny cfa y Pba cumxaer BupyiieHTHocTh OakTepuit (Toth et al., 2008).
B pesynprare OmocHHTE3a KOpOHATWHA in planta y XO03iWHA AKTUBHPYETCS
’KaCMOHAT-3aBUCUMBIN MyTh, & CAMIIUIIAT-3aBUCUMBIN — penpeccupyercs (Zheng et
al., 2012). D10 cBsA3aHO C AaHTAarOHWCTHYSCKHUM B3aHMMOJCHCTBHEM >KacMOHAT- U
cajuIuiIaT-3aBUCUMBIX cucteM nepeaaun curHaia (Kunkel, Brooks, 2002). Cunres
KOpOHaTHMHA  TPEACTaBIsAeT CcOOOW  TakTUKy  «oOMaHa», HCIOJb3yeMYIO
NCEBAOMOHAIaMA TPH  KOJOHW3AIMM  PACTCHHUA-XO3sIMHA. OTH  OakTepuu
BOCTIPUUMYHBBI K CAIMIWIAT-WHAYIUPYEMBIM OTBETaM XO35IMHA, a CHHTE3
KOpPOHATHHA MO3BOJIIET TOJABUTh 3TH OTBETHI 3a CYET aKTUBAIlUM >KacCMOHAT-
3aBHCHMOTO TOPMOHAJIBHOTO MYTH, YTO OJArompUsATCTBYET Pa3BUTHIO WH()EKIIHH.
BrlmieynoMsiHyThIe  JaHHBIE TO3BOJIAIOT TIPEANOJarath, 4Tro CXOAHYIO TaKTHUKY
HCTIONB3YIOT U MIEKTOOAKTEPHH.

B monb3y 3TOro CBUACTENHCTBYIOT W IMOJyY€HHbIE HaMU pe3yibTaThl. llpu
pa3BUTUU 3a00JIEBAaHUS, COMPSHDKEHHOTO C JUHAMUYHBIM Pa3BUTHEM CHUMITOMOB, Y
Tabaka WHIYNHPYIOTCS JKAaCMOHAT-3aBHUCHMBIE OTBETHI, HO HE CaJHIIAIaT-

3aBUCHUMBIC. HpI/I 0eCCUMIITOMHOM Pa3sBUTHHU MOIIYJSIIUKU IIATOTCHA, KOTOPOC,
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BEPOSITHO, ONPEACISIETCS MOBBILIEHHOM MMMYHHOCTBIO XO35IMHA, ACMOHAT-
3aBUCHMBIA TOPMOHAJBHBIA MYyTh HAXOAUTCA B HEMHAYLIMPOBAHHOM COCTOSIHHWH, B
TO BpeMs KaK DKCIPECCUS MAPKEPHOrO IEHa CAIMIMWIATHOIO MYTH BO3pPACTaET.
Takum oOpaszoMm, TpH pa3IUYHOM TEYEeHUW 3aboieBaHUsA (TUIHUYHOE U
OecCUMITOMHOE), BbI3BAHHOTO Pbha, B pacTeHMsIX Tabaka MHIYLHMPYIOTCS pa3HbIe

3alIUTHBIC CUCTCMBI.

3.5. Posib mosiuCcaxapui0B PACTUTEJIbHON KJIETOYHOI CTEHKH B
(popmupoBanum 6aKkTepHATBbHBIX IMO0JIOB KJICTKAMH
P. atrosepticum SCRI1043 B cocynax kcujieMbl Tadaka

bakTtepuanbhbie 3M007bI, 00pa3yeMble KieTkamMu Pba B cocylnax KCHUIIEMBbI
pacTeHUs-X03IMHA, OBUIM OMNHCAHBI B HAIleM HCCJICJIOBAHUHU BIIEPBBHIC, MOITOMY
OPUHIUTE POPMHUPOBAHUS TaKUX CTPYKTYp HEW3BECTHH. HauanpHOW cTaamei
oOpazoBaHus OaKkTepuaIbHBIX IMOOJIOB, OMTMCAHHON B HAIIEM MCCJICIOBAaHUU, ObLIO
HAKOTUIEHWE  TPaHYSIPHOH  CyOCTaHIMM HA  BHYTPEHHEH  IMOBEPXHOCTHU
pPACTUTENBHBIX KJIETOYHBIX CTEHOK W (OpMHUpOBaHWE W3 HEE TIeNenog00HOro
Matpukca (pazzmen 3.3.2.). M3BecTHO, yTO MH(EKIIMOHHBIA MPOIECC, BHI3BAHHBIM
Kak OaKTepHalbHBIMH, TaK M TPUOHBIMH MAaTOTEHAMH, CONPSDIKEH C HAKOIUICHHEM
MEKTUHOBBIX BEIIECTB B JIIOMEHE KCUJIEMHBIX cocynoB (Benhamou et al., 1991;
Kpemoua et al., 1996; Rioux et al., 1998; Ouellette et al., 1999; Clérivet et al.,
2000). Opnako Ha npumepe WHGEKIUH, BBI3BAHHBIX MEKTOOAKTEPHUSIMHU, ITOTO
MPOJEMOHCTPUPOBAHO HE ObLIO. MBI MPEANIONOXKUIIHU, YTO COOpKa OaKTepUaIbHbIX
9MO0JI0OB CBs3aHa ¢ MOAM(]UKAIMEH TMEeKTUHOBBIX BEIIECTB PACTHTEIHHOU
KJIETOYHOW CTEHKH, KOTOpbIe, TMOmajas B JIIOMEH COCY/AOB, TPUBOAAT K
KEJIMPOBAHUIO KCUIIEMHOTO COKa. {7151 MpOBEpKH 3TOr0 MPEANOI0KEHHS Ha IIEPBOM
sTane ObUIO TMPOBEIAEHO CpaBHEHHE CJIa0OCBA3aHHBIX (MO0 HE CBA3AHHBIX) C
KJIETOYHOW CTEHKOW  TIONHMCaxapujoB, BbIMBIBAIOMIUXCS B  Oydep mpu
roMoreHu3anuu TkaHeil (Oydep-skcTparupyemas ¢pakiusi), 1 HOHHOCBS3aHHBIX
MEKTUHOBBIX  TOJHCAXapuI0B KJIETOYHOH CTEHKH (OKcajaT-dKcTparupyemas

(bpakuys) KOHTPOJIbHBIX U MHOUIMPOBAHHBIX Pbha pacTeHui Tabaka.
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Y KOHTPOJNBHBIX PACTEHUNH MNPOPWIb OIIOUUM TEKTHHOBBIX BEIIECTB,
HKCTpParupyeMbIX OKCaJlaTOM aMMOHUS, UMEN BhIpaXXEHHBIM nuk B obsactu 700 —
2000 x/la. Bo ¢pakiuu, noaydyeHHON aHATOTHYHBIM 00pa30M U3 UHPULIIUPOBAHHBIX
pacTeHuil, BBICOKOMOJIEKYJISIPHBIE TMOJMCaXapuabl MPaKTUYECKU OTCYTCTBOBAJIU
(puc. 13). OT0 CBUAETENBCTBYET O Pa3pyLIEHUH MEKTUHOBBIX BEIIECTB KJIECTOUHOMN
CTEHKM pacTeHHs B XoJe HH(QEKIHOHHOro mponecca. llomyueHHble TaHHBIE
COTJIacyloTCs ¢ OOLIENPUHATON TOUKON 3pEHUS, YTO MEKTUHBI SIBISIOTCS OCHOBHBIM
MUTATENbHBIM CYOCTPAaTOM NEKTOOAKTEPHIA.

Copepxanue OyQep-3KCTparupyeMbIX MOJUCAXAPUIOB KIETOUHON CTEHKH B
MH(UIMPOBAHHBIX PACTEHUAX OBLIO 3HAUUTENILHO BBIIIE, YeM B KOHTPOJIbHBIX (pHUC.
14). Ha mnpodwie osnaronud coenuHEHUHW HTON (Ppakiuu, BBIICICHHOW U3
MHOUIMPOBAHHBIX PACTEHUM, NPUCYTCTBOBAJIM JBa IMHUKA C MaKCUMYMaMH,
npuxonasmumucsa Ha 100 u <50 x/la. Ha xpomaTtorpammax (ppaxiiyu, moiay4eHHOM
aHAJOTMYHBIM CIOCOOOM M3 KOHTPOJIBHBIX PACTEHUH, BBIPAKEHHbIE IHKHU Ha
npoduiie 3a01KMKH OTCYTCTBOBAJH, a O0IIee coiepKaHue YriieBoJoB OblIO B 4 pa3a
MeHblIe, 4yeM B Oydep-akcTparupyemoin ¢pakiuy MMOoJIUcaxapuioB KIETOYHOU
CTeHKM MHQUUUPOBaHHBIX pacTeHud (puc. 14). Jlng noaTBepkaACHUS
pPacTUTENIbHOIO, a HEe MHKPOOHOTO MPOUCXOXKIEHUS TOJUMEpoB Oydep-
AKCTparupyemMon ¢pakuud HHPUUUPOBAHHBIX PACTEHU B KadyeCcTBE KOHTPOJIA
OblIa Takke MpoaHalIu3MpoBaHa Oydep-skcTparupyemas (Qpakius roMOreHaTOB
KIeToK Pba, BbIpalieHHBIX in vitro. HecMOTpst Ha TO, 4TO ISl aHaiu3a 3TOU
¢bpakuuu ObUIO B3ATO KOJIMYECTBO KIETOK Pbha B HECKOJIBKO pa3 IMPEBbIIIAIONIEE
KOJIMYECTBO OaKkTepuil B HaBeCKaX MH(UIIMPOBAHHBIX PACTEHUM, UCIOJIb30BAHHBIX
JUIsT  aHAJIOTMYHOIO  aHaiu3a, COJEp)KaHWe TMoaucaxapuioB B Oydep-
JKCTparupyemMo  (pakuuu  roMoreHaToB — OaKTepHUalbHBIX  KJIETOK  ObUIO
HE3HAUUTENbHBIM (pucC. 14).

[Tonumepskl, COOTBETCTBOBABILIME JIBYM MUKaM Ha XxpomaTorpammax Oydep-
AKCTparupyemMou (ppakiuu mnojucaxapusioB MHGULIHUPOBAHHBIX PACTEHHUM, HUMeEIH
pasHbli  MOHOCAXapHUIHbBIN COCTaB. B COCTaB  IOJIUMEPOB Oonee

BBICOKOMOJIEKYsipHoro muka (oT 50 mo 400 xJla) BXOauiau rajakTypOHOBas
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Puc. 13. Ilpodunu osarouuu moJMCaXapUIoOB OKcallaT-3KCTparupyemMoi
(dbpakiuu KOHTPOJIBHBIX (CIUIONIHAS JIMHUS) U UHUIUpoBaHHBIX Pectobacterium
atrosepticum SCRI1043 (mpepwiBUCTass JuHUS) pacTeHuM Tabaka. Pasnenenue
MIPOBOJWIIM Ha KoJIOHKe ¢ cedapo3oit CL-4B. B kauecTBe MapkepoB MOJEKYISIPHON
MacChl MCIOJIb30BaHbl MyJuryiaHbl. OOpasibl KOHTPOJbHBIX M WH(OUIHUPOBAHHBIX

pacTeHU BBIPOBHEHBI 110 CHIPOM Macce UCXOAHOr0 MaTepuaa.
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Puc. 14. Ilpodunu »smonuu noaucaxapusioB Oydep-skcTparupyemoit
(dbpakuuu KOHTPOJIbHBIX (CIUIOIIHAS JIMHUS) U UHPUUUPOBAHHBIX Pectobacterium
atrosepticum SCRI1043 (mpepwIBUCTass JUHUA) pacTeHUM Tabaka, a Takxke
OakTepuii, BbIpalllEeHHBIX in Vifro (cepas nuHus). Pa3genenue npoBoawiu Ha
KojoHke ¢ cedapo3oit CL-4B. B kauecTtBe MapKkepoB MOJEKYJISPHOM Macchl
UCIOJIb30BaHbl NyJuTynanbl. @pakimuun 1 u 2 orOupanu ik MOHOCAXapHUIAHOTO
aHanu3za. OOpa3ibl KOHTPOJBHBIX U WH(DUIIMPOBAHHBIX PACTEHUN BBHIPOBHEHBI IO

CBIpOﬁ MacCCC NCXOOHOI'0O MaTcpuajia.
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kuciora (35,6 %), a Takke HEWTpaIbHbIE MOHOCAXapubl — rajakrosa (26,9 %),
apabunoza (14,2 %) u pamnuoza (13,7 %) (puc 15A). Coenunenus Oomee
HU3KOMoOJeKyJsipHoro nuka (Menee 50 xJla) Ha 80 % cocTosnu U3 rajgakTypOHOBOM
kucaoThl (puc. 15b). Takum o6pa3zoM, coeauHEHHUs, BXOASAIIME B COCTaB 0Ooiiee
HU3KOMOJICKYJISIPDHOTO ~ THKA,  ObUIM  TPEUMYIIECCTBEHHO  MPEJICTABJICHBI
(dbparMeHTaMHl TOJUTATAKTYPOHOBOM KHUCIOTHL. [IpUCyTCTBHE 3HAYUTEIHLHOTO
KOJIMYEeCTBa HEUTpaTbHBIX MOHOCAaXapHua0B B noJiuMepax oonee
BBICOKOMOJIEKYJIIPHOTO THKa CBUIETEICTBYET O HAJIUYUM B COCTaBe ITOU
(dbpakiuu GparMeHTOB paMHOTrajdakTypoHaHa I.

[IpoBeneHHbI aHAIN3 CBUACTEILCTBYET O TOM, UYTO HE BCE IMEKTUHOBBIC
BEIIECTBA PpACTEHHUA-XO35IMHA paspymianuch Pba 10 HHUZKOMOJIEKYISIPHBIX
coequHeHU. YacTh TNEKTHMHOBBIX BEIIECTB B MHQPUIIUPOBAHHBIX PACTEHUIX
coxXpaHsjlaCch B BHJE  BBICOKOMOJICKYJSPHBIX  COEIUHEHUM,  KOTOpHIC
AKCTparupoBajauch OydepoM, a 3HAYUT, HU3MEHSJIU XapaKTep CBSI3BIBAHUS C
KJIETOYHOM CTEHKOM WJIM BBIXOJIMUJIU U3 ee cocTasa (puc. 14, 15).

N3meneHne xapakTepa CBSI3bIBAaHUS BBICOKOMOJICKYJSAPHBIX (parMeHTOB
MOJIUTAJIAKTYPOHON KHCIOTHI W PaMHOTAJIAKTypoHaHa | ¢ KJIETOYHOW CTEHKOW B
WHQUIUPOBAHHBIX PACTEHUAX MOXET OO0ECIEeUUTh BBIMBIBAHHE NEKTHHOBBIX
BEIIECTB B MOJOCTh KCUJIEMHBIX COCYAOB M KEJIMPOBAHWE KCUIEMHOTO COKa MpHU
dbopmupoBaHUU OaKTEpPUATBHBIX AMOO0I0B. JIJIsi MPOBEPKH ITOrO MPEANOI0KEHUS
HaMH OBLI MPOBEJIEH UMMYHOIITUTOXUMHUYECKUIM aHATTU3 C UCTIOJIb30BAHUEM aHTHUTEI
RUI u LMI19, cnemupuyHblx K OSOUTONAM paMHOraidaktypoHaHa [ wu
HEATEPUPUIIMPOBAHHOTO TOMOTaJaKTypOHaHA.

B KOHTPOJIbHBIX HEeU(PUITUPOBAHHBIX pacTeHHUsIX AIUTOIBI
paMHoTranakTypoHaHa | ¥ roMorajgakTypoHaHa, Kak U O)KUJaJ0Ch, ObUTH BBISBICHBI
B 00JIaCTH CPEIMHHOM TUTACTUHKH (pUC. 16A), TOCKOIBKY UMEHHO 3Ta CTPYKTYypa
XapaKTepu3yeTcsi HauOOJbIlIeH KOHIICHTpalMeld TEeKTUHOBBIX BellecTB. B
MH(DUIIMPOBAHHBIX PACTCHUSX AMUTONBI paMHOrajgakTypoHaHa | oOHapy»XuBaliu HeE
TOJIKO B CPEAMHHOMN TUTACTUHKE, HO U Ha BHYTPEHHEHW MOBEPXHOCTU KIIETOUYHBIX

CTCHOK COCYIOB KCHJICMbI Ha Ha4vaJbHOU CTauu HUX KOJIOHHU3alluHU KICTKaMH Pba
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Puc. 15. Monocaxapuasbiii coctaB gppakuuu 1 (A) u ppaxuuu 2 (B) 6ydep-
OKCTPArupyeMbIX  IOJUCAXapUAOB  KOHTPOJIBHBIX  (Oeible  CTOJOIBI) W
uHuupoBanubix Pectobacterium atrosepticum SCRI1043 (cepbie CTONOIHI)
pacTeHuii Tabaka, a Takxke Kietok P. atrosepticum SCRI1043, BeIpalieHHBIX in
vitro (depHbie cTOaO0IBI). O003HaUeHHe Gpakiuil 1 1 2 npeacTaBiIeHO Ha PUCYHKE

14.
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(puc. 16B, JI, E). Xapakrep pacrpeaelieHuss METKH IMPU 3TOM COOTBETCTBOBAJI
PaCHoONIOKEHUIO TPAHYJISPHBIX CYOCTaHIIMM, HAKAIUTMBAIOLIMXCS Ha BHYTPEHHEU
MOBEPXHOCTH PACTUTENbHON KIETOYHOM CTEHKM TMpU KOJOHHU3ALUUU COCYJIIOB
KCHJIEMbI TAaTOr€HOM, KOTOpble ObUIM omucaHbl Bble (pazgen 3.3.2). DnuTombl
MOJIUTATAKTYPOHOBOM KHCIIOTHI OBLJIM BBISIBJICHBI B MOJOCTH KCHIIEMHBIX COCY/IOB
Ha 0oJiee MO3HUX CTAAUSAX UX KOJIOHU3AIIMU MUKpoopranusmamu (puc. 162K, 3).

Takum o00pa3oM, HaMM T[OKa3aHO, 4YTO JJisi TOCTPOEHUS MaTpUKca
OaKTepHaIbHBIX AMOOJIOB MHKPOOPTaHU3Mbl MOTYT HCHOJb30BaTh PACTUTEIbHBIE
MOJINMEPBI, @& WUMEHHO TEKTUHOBbIE BEIIECTBA, KOTOPbIE H3MEHSIOT XapakTep
CBSI3bIBAHUSI C KJIETOUHOU cTeHKou (puc. 14, 15). OcoOblii UHTEpEC MPEACTABUIO
oOHapyxeHHe (parMeHTOB paMHOrajdakTypoHaHa | B TMOJOCTH COCYIOB
MH(UIMPOBAHHBIX pacTeHuil. HelTpanbHble MOHOCaXapu/bl, BXOJSIINE B COCTaB
OOKOBBIX Ilenedl pamHoraiakTypoHaHa | (ramakrosa, apaGuHO3a), MOTYT OBITh
KOBAJICHTHO CBSI3aHbl C aPOMATHYECKHUMHU COEIUHEHUSMH (B NEPBYIO OYEpPElb C
(beHonbHBIMU coeuHeHusIMU). OKHUCJIEHHE apOMaTUYECKHX COCAMHEHUH MOXKET
MPUBOJUTh K MX B3aUMOJECUCTBHUIO JPYr C JPYroM IO CBOOOJHOPAAMKATHLHOMY
MEXaHU3My M, KakK CIJIeJCTBUE, 00ecHeunBaTh CIIUBKY OTIEIbHBIX MOJIMMEPOB
(T'opukosa, 2007).

Mbl  OpeamnosiokKWiId, YTO  (parMeHThl  paMHOrajdakTypoHaHa I,
MOSIBJISIOLIMECS B MOJIOCTU COCY/IOB KCUJIEMBI IIPpU (POPMUPOBAHUU OaKTEpUATBHBIX
AMOOJIOB, COZAEp>KaT B CBOEM COCTaBe (PEHOJbHBIE COEAMHEHHS, C IOMOUIBIO
KOTOpbIX  LIEMH  TMOJUCAaXapuJI0B  «CHIMBAIOTCA»,  00pa3ys  ceTb U3
BBICOKOMOJIEKYJISIPHBIX MTPOJYKTOB pacnaja NMeKTUHOBBIX BellecTB. I mpoBepKu
ATOTO MPEIOJIOKEHUS Mbl OLICHWIN HAaTU4re (EHOJIbHBIX COSIUHEHUMN, CBA3aHHBIX
c mnonucaxapuramu Oydep-3KCTparupyemMo (Qpaxkuuu, B KOHTPOJIBHBIX U
uHpuuupoBaHHbiX Pba pactenusx. [lonmucaxapuabl, BXojsiue B cocTtaB Oydep-
AKCTparupyemMo ¢Gpakuuu KOHTPOJBHBIX U HHPUUUPOBAHHBIX Pba pacTeHuid,
MOJIBEprajiv IIEeJIOYHOMY, a 3aTeéM KHUCJIOTHOMY THUIPOJU3y. DTO 0OecredrBalio
pa3pbeiB 3(UPHBIX CBA3EH MEXIy YIJIEBOJAHBIMU LIEMNOYKAMU U (PEHOJIbHBIMU

coenunenusmu. Ilocnennue 3atem skcTparupoBanu MetaHoioM (80 %) wu
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INRA-RUI

LMI19

Puc. 16. Ummynouutoxumuueckasa peakiusa c¢ anrurenamu INRA-RUI u
LM19 Ha octoB pamHoramaktypoHana I u  He’ITepuPpUIMPOBAHHOTO
rOMOTJIaKTypOHAaHa, COOTBETCTBEHHO, B IIOJIOCTH COCYAOB KCHJIEMbl CTeOJIs
HEUH(UIIMPOBAHHOTO pacTeHus Tabaka (A), U pacTeHUH uyepe3 JBOE CYTOK IOCIe
unuupoBanus Pectobacterium atrosepticum SCRI1043 (b — 3). A-B -
koH(poxkanbHass mukpockonus; I'-3 — snexkTponnas mukpockonus. b, I' — cpe3ssi,

o0paboTaHHbIE TOJILKO BTOPUYHBIMU aHTUTENaMu (KoHTpoisib); A, B, I, E —
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anturesioMm INRA-RUI; K, 3 — anturenom LMI19. E, 3 — yBeluyeHHbIC
dbparmenTsl, BoiJeNeHHble HAa pucyHkax JI m 2K, coorBercTBeHHO. MacmtabHas
JIMHEKa cooTBEeTCTBYET S MKM 1711 A-B; 500 HM, 2 MkM, 1 MkM, 2 MKM, 1 MKM 1715

I'-3, COOTBETCTBEHHO.

nojBepraiu xpomarorpadguueckomy pazneneHuto Ha kojgonke SINERGI 4u Polar-
RP 80A B rpaguente metanosa (10-60%).

[Ipu cpaBHeHMM XpomaTorpamMm oOpa3lloB OT KOHTPOJBHBIX U
nHpUIUpoBaHHBIX pacteHuit (puc. 17A u b) B mocienHux ObUIO BBISIBICHO
MOsIBJIEHUE HOBBIX TUAPoGoOHBIX coenuHeHuil (muku npu 35, 41, 47 u 52 %
MeraHosia). ComocTaBlieHHE BPEMEHU BBIXOJA ATHUX COCAMHEHHH ¢ BpeMeHaMHU
BBIXOJIa CTAHJAPTOB MO3BOJIIET MPEANOI0XKUTh, YTO MUK, PETUCTPUPYEMBI TIpu 52
% MeraHona mpuHAMIEXKan (epyaoBol KkucioTre. be3 mnpoBeneHus sramna
HIEJIOYHOT'0 U KUCJIOTHOTO THAPOJIM3a MPHU MOATOTOBKE 00Pa3IOB 3TU COCAMHEHUS B
METaHOJIBHOM 3KCTpakTe orcyTcTBoBaiM (puc. 171"). x He Obuio 0OHApYyKEHO U B
METaHOJIbBHOM JKCTpakTe€ TOMOT€HAaTa BBIPAIICHHBIX i1 Vitro OaKTepUaJbHbIX
KJIETOK, TIOJIBEPIrHYTOI0 HIEJIOYHOMY U KUCIOTHOMY THapou3y (puc. 17B).

[lony4yeHHble JTaHHBIE CBHUJETEIBCTBYIOT, YTO OOHAPY>KEHHbIE C MOMOIIBIO
oOpaimeHHo-(ha30Boil  xpomaTtorpaduu  (QEHONBHBIE  COCAUHEHUS]  HUMEIOT
pacTUTENIbHOE TPOUCXOKIECHUE U MOSABISAIOTCS B Oydep-aKkcTparupyemoi ppakuuu
TOJIBKO TOCJe MHDUIIMPOBaHUS pacTeHUM KieTkamu Pba. OTcyTcTBUE (PEHOIBHBIX
COEIMHEHUI B METAHOJIbHBIX YKCTpaKTax 0e3 MpeBapUTeNIbHOIO 3Tara MEeJI0YHOTO
M KHCJIOTHOTO THAPOJIM3a O3HA4YaeT, YTO OTU COEJAMHEHHUS CBSI3aHBI C
NoJIucaxapuiamMl U, BEPOATHO, CIIOCOOCTBYIOT B3aUMOJCHCTBUIO MOJIEKYII
MOJINMEPOB APYT C IPYTOM.

OOpa3oBaHue CIHIMBOK MEXAYy IMOJUcaxapuiaMu 4Yepe3 «MOCTUKH» U3
(eHONBbHBIX COEIMHEHUI MPOUCXOAT B CIIydae OKUCICHUS OCAEAHUX. DTO MOKET

OBITH CIIEJICTBHEM HaKOILIEHUsI akTUBHBIX (hopMm kuciopona (ADK), coaepkanue
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Puc. 17. Ilpodunu >a1001UU COETUHEHUN, IKCTPArUPyeMbIX METaHOJIOM M3 Oydep-akcTparupyemMoil ppakiuu nojaucaxapujioB
pacteHuii Tabaka u kietok P. atrosepticum SCRI1043 mocne mpoBeaeHUs MIEIOYHOTO U KUCIOTHOTO TuApoiu3a (A-B) unu 6e3

stana rugposinia (I'): kouTponbHbie pacteHus (A); unpuuupoBannsie P. atrosepticum SCRI1043 pactenus (b, I'); 6akrepun P.
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atrosepticum SCRI1043, Beipamiennsie in vitro (B). Pazgenenue npoBoawiu Ha
kosoHke SINERGI 4u Polar-RP 80A B rpaguente meranona (10-60%). OOpa3iisi
KOHTPOJBHBIX M HWHQUIMPOBAHHBIX PACTCHUH BBIPOBHEHBI 110 CBIPOM Macce

HCXOOHOI'0 MaTcpualia.

KOTOPBIX MOKET YBEJIMYMUBATHCS B PACTEHUSAX MPU PA3BUTUU HHPEKIHOHHOTO
nporiecca (TapueBckuii, 2002). MbI olleHWIN BO3MOXKHOCTh HakoruieHuss ADK B
cocyaax KcuiaeMbl THGUIUPOBAHHBIX pacTeHU Tabaka mpu (GOPMUPOBAHUU B HUX
OakTepuanbHbix 3M00s0B. Conepxxkanne ADK olnieHHBaNM ¢ MOMOIIBIO KPACUTEINS
2" 7'- muxmopoduyopecuun auanerara (2',7-Dichlorofluorescin diacetate; DCF-
DA) (Sigma-Aldrich, CIIIA).

B koHTposbHBIX pacTeHUsix ypoBeHb (uyopecuenunun DCF-DA Obu1 uyTh
BbIllIe (DOHOBOrO; MpPU ITOM HaAMOOJIbLIAs WHTEHCUBHOCTH ObUIa OTMEYEHa BO
BTOPUYHBIX KJIETOYHBIX CTEHKAX COCYZOB BTOPHUYHOM KCHJIEMbBI, B MEPBUYHOU
KcujieMe cBeueHus He HaoOmonanu (puc. 18A). B mHbUUIMPOBAHHBIX pacTEHUAX
MHTEHCUBHOCTh (QuyopecueHun DCF-DA B KJIETOYHBIX CTEHKax COCYJIOB
NEepBUYHON KcuiieMbl Oblia BbIcOkoW (puc. 18b). bonee Toro, cBeuenue ObLIO
OTMEUEHO Ha BHYTPEHHEH MOBEPXHOCTHU KIIETOUYHBIX CTEHOK, & TaKXe B JIIOMEHE
COCYJIOB, KOJIOHU3UPOBAHHBIX KieTkamu Pba (puc 18b, B). IIpu ananuse cpe3os,
HeoOpaboranusix DCF-DA, dayopecuennuu He Habmonanu (puc 181). B tom
cilly4ae, eciu cpe3bl MHOUIMPOBAHHBIX pacTeHud a0 okpammBaHusi DCF-DA
oOpabaTblBalii aHTUOKCUAAHTaAMHU (KaTaja3ol WIM CYNEPOKCUAAMCMYTa30M),
MHTEHCUBHOCTH (hiryopeclieHIInu KpacuTens Oblia Hu3koi (puc. 18/, E).

N3BectHO, uro A®K wMmoryr oOnagaTb aHTUMUKPOOHBIM 3(PdeKToM WU
NPUBOJIUTh K YIHETEHHWIO maroreHa B opranuszMe xossuHa (Tapuesckuii, 2002).
OpHako B XO0J€ MPOBEACHHOIO aHajdu3a YIbTPACTPYKTYPHBIX XapaKTEPUCTUK
MaToreHa B TMpOIECCe KOJOHU3AIMU COCYAOB KCUJIEMbl Tabaka MOBPEKICHUN
OaKTepHalIbHBIX KJIETOK BBISIBIEHO HE ObLI0. bakTepuu akTUBHO pa3MHOKAIUCH 10
MOJIHOM 3aKYIOPKHU TOJOCTH COCY/Ia. DTO COIIACYETCsl C IaHHBIMU, UYTO MEPEKUCh

BOZIOpOJia (B KOHUEHTpAIMH, XapaKTepHOU JUisi MHPUIMPOBAHHBIX PACTEHUN) HE



139

o

- ‘ |
a® t;_ |

Puc. 18. Jerexuus akTuBHbIX (OpM KHUCIOpOJa B pPACTEHHUSIX Tabaka C

nomomiplo  Kpacutens  2',7'-  muximopoduryopeciimn  guanerara  (2',7'-
Dichlorofluorescin diacetate; DCF-DA). Ha dotorpadusx mpeactaBieHbl Cpe3bl
KOHTPOJIbHBIX ~ HEMH(PUIUPOBAHHBIX (A) ©W HMHPUIHUPOBAHHBIX  KJIETKaAMU

Pectobacterium atrosepticum SCRI1043 (b — E) pactenuii tabaka. Bapuant (I')
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He Obut okpamen DCF-DA. I, E — cpe3sl pacrenuit no okpammuBanus DCF-DA
ObuM 00paboTaHbl CYNEPOKCHIIUCMYTA30M WM KaTajla30d, COOTBETCTBEHHO.

Macmrabusie muaeikn — 20, 20, 2, 5, 5, 5 MM 11t A — E, COOTBETCTBEHHO.

o0nagacT aHTUMUKPOOHBIM JEHCTBHEM B OTHOIICHWW MHOTHX OaKTCpHid, B TOM
qucie poacTBeHHou Pba Erwinia chrysanthemi (Dickeya dadantii) (Asselbergh et
al., 2008). BepostHo, uto HakorieHne ADK B JIOMEHE KCHJIEMHBIX COCYIOB
WHOUIIMPOBAHHBIX  PACTCHHA TPUBOJAWT K  OKHUCICHHUIO  apOMaTHYCCKUX
COCIMHCHUM, CBSI3aHHBIX C MOJIMCAaXapHUJIaMH, COACPKAIIUXCS B KCUIIEMHOM COKE,
YTO TMPUBOJWT K CIIMBKE MOJMMEPOB. B CBOIO ouepenb, popMUpOBaHUE «CETHY
MOJINCAXapHJIOB MOXKET CIIOCOOCTBOBATh 3aKPCIUICHHIO OaKTepuii B JIFOMCHE
cocyjia u ooecreuuTs popMUpOBaHHE OaKTepUaTbHOTO SMO0Ia.

Takum oOpa3zoMm, B mpoliecce WHPEKIMH B PACTCHHUSAX, B TOM 4YHUCIC B
JIOMEHE KCHJIEMHBIX COCYJIOB, TOSBIISIOTCS BBICOKOMOJICKYJISIDHBIE TPOMTYKTHI
pacnaja IeKTHHOBBIX BelIeCTB. YacTh 3TUX MPOAYKTOB COJECPIKHUT B CBOEM COCTaBE
MOAMQPUITUPYIOIIAE TPyHibl #u3 (EHONBHBIX coeauHeHud. Hakomienue B
kcwieMHBIX cocynax ADK coszmaer ycimoBus ISl OKHCIEHUS 3THX (DEHOIBHBIX
COCIMHCHUM, YTO MOXET CIIOCOOCTBOBATh HMX B3aUMOJICHCTBHIO W CIIUBKE
(bparMeHTOB MIEKTUHOBBIX BelecTB. ONMUCaHHBIC COOBITHS CIIOCOOHBI CKa3aThCs Ha
(OU3UKO-XUMHUYECKUX TapaMeTpax cpeabl B COCyAaX KCHUJIEMBbI, B YaCTHOCTH,
U3MCHHUTH PEOJIOTUYECKHE CBOMCTBA KCHIIEMHOT0 coka. 1o Bceil BeposITHOCTH, 3TO
SIBJIICTCSI OJTHUM M3 BaXKHBIX aCIEKTOB ()OPMHUPOBAHUS OAKTEPHAIBHBIX 3MOOJIOB B
KCHJIEMHBIX COCYJIax.

OnucaHHbIe BBIIIC OCOOCHHOCTH MOIU(MUKAIIMM TIEKTHHOBBIX BEIIECTB B
WHOUIIMPOBAHHBIX PACTCHUSAX MpeAnojiaraloT padoTy OOIIMPHOW  TPYIIITBI
(dbepMeHTOB, B YaCTHOCTH, TJIMKO3WI-THAPOIa3, HheHoamnepokcuaas u T.,1. OaHako,
BOIIPOC HE TOJIBKO O KOHKPETHBIX (DepMEHTax, 3aJcHCTBOBAHHBIX B 3TOM IIpOIlecce,
HO M 00 WX MPOUCXOXKJCHHH (PAacCTUTEIBbHOC WJIM MHUKPOOHOE) OCTaeTCs ITOKa
OTKPBITBIM. Pba 00i1aiaeT OOJBIIMM apCeHATIOM TIWKO3WI-THAPOJIa3 M JIPYTrUX

rpynn (QepMeHToB, paspyliarolux nonucaxapuasl pacrenuit (Ito et al., 1988).
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Opnnako ¢depMeHThI, MomuduIMpyronme (EHOIbHBIC COCIUHECHUS, Y OSTOU
OakTepwH IMOKa HEe OMHUCAHbBI. B TO jke BpeMsi, HEKOTOPBIC COOBITHS, MPOUCXOIAIITIC
B KCHJIEMHBIX COCYyJaX NP Pa3BUTHH HHQPEKIMOHHOTO TIpolecca (HaKOIJICHUE
IPaHYJIIPHOH CYOCTaHIIMM W HAYaJbHBIC CTAJIUHA €€ Pa3pBIXJICHHS), HAYMHAIOT
MIPOUCXOIUTh, KOT/Ia B JTIOMEHE NMPHUCYTCTBYIOT JIMIIb SIUHUYHBIC OaKTECPHAIbHBIC
KieTkd. [Ipoaykmmsi SKCTPAKICTOYHBIX (EPMEHTOB MajbiM  KOJUYCCTBOM
OakTepuii Oyner BecbMa He 3 (DEKTUBHON I MTOAOOHOTO M3MEHEHHUS CTPYKTYPHI
PaCTUTEIIBHBIX KIETOK, OCOOCHHO YYWTBIBAs, YTO PETYJAIUsS CHUHTE3a ITHX
(aKTOpPOB BUPYJIESHTHOCTH 3aBHCHUT OT IUNIOTHOCTH MUKpOOHOU momnyssiiuu (Mae et
al., 2001). I[ToaToMy BO3MOKHO, YTO B OOHAPY>KEHHBIX IMPOIIECCAX BAXKHYIO POJIb
UTPAIOT U (PEPMEHTHI paCTCHUS-XO35HHA.

H3MeHeHHEe CTPYKTYPBl PACTHTEIBHONW KIIETOYHOW CTEHKH, CBSI3aHHOE C
MOAM(PUKAIMCH €€ KOMIIOHEHTOB, MOKET OBITh CIICJCTBUEM HE TOJBKO JICHCTBUS
OakTepHabHBIX (DEPMEHTOB, HO M 3alllUTHOW PEaKIMu OpraHu3Ma Xxo3suHa. lpwu
3TOM MOXET MPOUCXOJHUTHh KaK «yHNPOYHEHUE» CTPYKTYpPbl CaMOH KIJIETOYHOMH
CTCHKH, TaKk W (pOpMUpOBaHHE B KCHJIEMHBIX COCyJaX TeJIeW W THUJUI, OOBIYHO
MPETATCTBYIOIIUX CHCTEMHOMY PacIpOCTPaHCHUI0 WH(OEKIIMOHHBIX areHTOB
(Wallis, Truter 1978; Hilaire et al.,, 2001). Bce stu u3MeHeHusi, 0e3yclOBHO,
COMPSDKEHBI C WHAYKIMCH aKTHBHOCTH OIPEICICHHBIX (EPMEHTOB pacTCHUS,
KOTOpass MOXKET OCYHIICCTBIATHCA Ha  Pa3HBIX PETYJSITOPHBIX  YPOBHAX
(TpaHCKPHUITIIMOHHBIH, MOCTTPAHCKPUITIIHOHHBIH, TPaHCJIAIIMOHHBIN u
MOCTTPAHCAIMOHHBIN). OJaHAKO, KaK YyXKE YIOMHUHAJIOCHh BBINIC, IOJ00HbBIE
(GAllUTHBIC» PEAKIIUU HE 00S3aTEIHHO COIPSIKEHBI C YCTOWYHNBOCTHIO PACTCHHUS, a
B HEKOTOPBIX CIydasx, HA00OpOT, JAENar0T ero 0oiee BOCIPUUMYKMBLIM. [ToaTOMY,
MaTOreH-UHAyIHpyeMass MOAU(GHUKAIUSA  IMOJMMEPOB  KJICTOYHOW CTCHKH B
pe3ysIbTaTe MOAY/ISAIUNA aKTUBHOCTH (DEPMEHTOB PACTEHHUS-XO35MHA MOXKET OBITH
paccMOTpeHa M KaK CIoco0 KOHJWIIMOHWPOBAHHWS BHYTPEHHEW CpEIbl XO35WHA,
oOecrieunBaOmuii  0oJiee YCHECIIHYI €ro KOJOHM3AIUi U (HOPMUPOBAHHE

MaTOJIOTHYECKOU CUCTEMBI.
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3AKJIIOYEHUE

[TomyueHHble B HACTOSIIEH pabOTe PE3yabTaThl PACIIUPSIOT MPEICTABICHUE
0 TIpOIECCe Pa3BUTHUS 0AKTEPHUO30B PACTECHUM, BBI3BIBACMBIX IMEKTOOAKTCPUIMH —
BO30YAHMTEISAMHA «MATKUX THUICH». CTpareruu B3auMOJACHCTBUS (DUTOMATOTCHHBIX
OaKTepHii ¢ paCTCHUSIMH TIPHHSTO JEIUTh HA Ba OCHOBHBIX TUNA: 1) «brute force»
— KOJIOHM3allusl PACTCHMsI-XO35IMHA 3a CYeT «rpyOod Cuibl», a HMEHHO
WHTECHCUBHOH TPOAYKIMK (EPMEHTOB, pa3pylIAOIIMX TKAHH XO35AWHA, U
TOKCHHOB, BBI3BIBAIOIIMX THOEIb KIETOK MaKpoOpraHusma, u 2) «stealth» —
WCITIOJIb30BAHUE <«JICTUKATHOTO TIOBSACHUS» M «XUTPOCTH» IIPH Pa3BUTHH B
opranm3me xo3sauHa (Liu et al., 2008). Cuuraercs, 4YTO NEKTOOAKTEPUU
UCTIONB3YIOT cTpareruto mnepBoro tuma (Charkowski et al., 2012). Oanako B
HaIlleM UCCIIeIOBAHUM TTOKAa3aHO, YTO CIIOCOOBI B3aMMOICHCTBUSI ATUX OaKTepuid ¢
pacTeHUSIMU CBSI3aHBI HE TOJBKO C «Tpy0OH CHIION», HO U C «palliOHAJIbHBIMU
TaKTHYCCKUMH JICHCTBUSIMMUY, YKA3bIBAIOIIMMH HAa MHTETPAIUI0 (PU3HUOJTOTHUSCKHIX
MIPOIIECCOB TATOT€HA U XO35MHA.

Paznuunbie KIETKM M TKaHW PACTCHHUSA-XO35IMHA, a TAK)KE MPOTECKAIONIUE B
HUX (U3HOJOTHYECKHUE TPOIECChl (GOPMHUPYIOT «MHUKPOHHUIIN» I OTIACITBHBIX
CyOmonymsiuuii maToreHa. 1o, Mo BCeW BUIUMOCTH, SIBJISIETCS JBIKYIIEH CHUIIOH,
o0ecrneyrBaloIIe peanu3aluio UMEIOMErocss y MeKTOOAKTepui MOoTeHIMala K
(GOpPMHPOBAaHUIO Pa3HBIX KJICTOYHBIX (DCHOTHUIIOB W  CHCIHATM3UPOBAHHBIX
CTPYKTYyp. B pe3ynbrate 3TOro pasHbie «KOMIAPTMEHTHI» PACTCHUS OKa3bIBAIOTCS
KOJIOHU3UPOBAHHBIMU PA3IMYHBIMHK TI0 YIABTPACTPYKTYPE U (PU3HOJIOTHU KIICTKAMHU
naroreHa. Tak, omnucaHHble B Hameld paboTe OakTepuaabHble AMOOJBI
bOpMHPYIOTCS TONBKO B KCHUJIEMHBIX COCyJIaX B XOJ€ JCTCPMUHHUPOBAHHOMU
MOCJICTIOBATEIIBHOCTH TPOUCXOIANINX B HUX OMOXUMUYCCKUX U (PU3HOIOTHICCKUAX
nporieccoB: 1) mpeobpa3zoBaHus MOJIMCAXAPUIOB KJIECTOYHOM CTEHKH PAacTEHUS; 2)
MOSIBJICHUSL B TIOJIOCTH COCYJOB BBICOKOMOJIEKYJISPHBIX TPOAYKTOB YaCTHYHOTO
pacrajia moJiucaxapuaoB, cojepKaumux (peHoJbHbIE COSAUHEHUS; 3) OKHCICHUS
(EHONBHBIX COCAMHCHHMH BeieAcTBUe HakomieHus APK u  dopmupoBanwms

TPEXMEPHBIX MOJMMEPHBIX CeTel (relei).
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CyOnonynsiusM naroresa, GOpMHUPYIOUIUMCS B PACTEHUU-XO3SIMHE TKaHe-
W/WiaM  ctagus-crienuuyHo, CBOMCTBEHHA (YHKIMOHAIbHAS —CIELHATU3aIus.
Opnu obecneynBalOT 3aKyMOPKY KCUJIEMHBIX COCYJOB, JApPYTrM€ — Mallepaluio
TKaHEeW, TPeTbM — KOJIOHU3ALMIO puzocdepsl, ueTBepThie — 3SHPEKTUBHOE
COXpaHEHHE  pe3epBa  MONYJSLUM  Tocle  TUOeld  pacTEeHUs-XO35MHA.
KonudecTBeHHOE COOTHOIIEHHE pa3HbIX CyOnomyssiuuii GakTepuil B pacTeHUU
COOTBETCTBYET XapakTepy B3auMMOJIEUCTBHS MapTHEpoB. Tak, Mpu ONUCAHHON B
HallleM UCCJEeIOBaHUM OeCCHUMNTOMHOM uWHGpEKIuu y pacTeHud Tabaxa,
MPOUCXOJIUT yrHETEeHUe CyOIOnyJISIIIH KJIETOK NEeKTOO0aKTepuH,
KOJIOHU3UPYIOLIUX MapeHXUMY, HO HE COCYJIbl KCUIIEMBI.

Paznuunbie THUIIbI MH(DEKIIMOHHOT O npoliecca, BBI3BAaHHOTO
NEeKTOOaKTepUsIMUA,  OTJIMYAIOT  JPYyr  OT Jpyra Takke  OCOOCHHOCTHU
(GYHKUMOHUPOBAHUS  PETYJISTOPHBIX CUCTEM, KOOPAMHHUPYIOUIUX OTBETHBIE
peakuuu pacteHuil. Tak, MpuU TUNUYHOM HHOEKIUU aKTUBUPYETCS KACMOHAT-
3aBUCUMBIM OTBET, YEro HE TMPOUCXOAUT NpU OecCUMNTOMHON HWHMEKINH,
COMpPSDKEHHOM ¢ MHAYKIHMEH OHKCIPEecCUd CaluIMIaT-UHAYUUPYEMBIX T'EHOB.
Takum o00pa3oMm, TUNHYHBIE W OECCUMITOMHBIE MHQEKIMH pPa3INYaloTCcs Kak
MUHAMYM TIO JBYM acmnektaM: 1) OCOOEHHOCTSIM KOJIOHU3ALMK pacTeHUMN
naToreHoM (TOJBKO KCWJIeMa, WM KCHIeMa W KOpoBas MapeHxuma); 2)
0COOEHHOCTSIM (PYHKIIMOHUPOBAHMS TOPMOHAIBHBIX CUCTEM PACTCHUS.

O6o00masi mojayyeHHble HAaMU PE3yJbTaTbl MOXHO CHejaTh CIeAyIollee
3akmouenne. dopmupoBanue nmatocucteMol Nicotiana tabacum — Pectobacterium
atrosepticum SCRI1043 MoO)KeT mpOUCXOAUTH MO JIBYM BO3MOKHBIM CIIEHAPHUSAM
(puc. 19). Ilpu B3auMOAEHUCTBUUM C PACTCHHUEM-XO3IMHOM TNEKTOOAKTEpUU
KOJOHM3UPYIOT JHOO0 KOPOBYIO MAapeHXWMMY U COCYAbl KCHUJIEMbI (TUIUYHAs
uH(peKus), TM00 TOJNBKO cocynbl KcuiaeMbl (OeccumnromHas uHpekus). Ilpu
TOM MPOUCXOAUT aKTUBALMSA JHOO >KacMOHAT-, JUOO CaIUIMIAT-3aBUCUMOTO
OTBETa, COOTBETCTBEHHO. 1 B TOM, U B Ipyrom ciy4yae B pacTeHUsX (OPMHUPYIOTCS
OakTepHalibHble AMOOJIbI, 3aKYMOPHUBAIOLIME IMOJIOCTh KCHIEMHBIX COCY/IOB,

co3faBasi YCJIOBHS Uil HUCXOAsIIeW MmMurpauuu Oaktepuil. B pesynbrare 3Toro
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MUKPOOPTraHU3MbI KOJJOHU3UPYIOT KOPHEBYIO CUCTEMY pacTeHuid u puzocdepy. [1o
BCEW BEpOSITHOCTH, MOMaJjaHne 0akTepuil B MOYBEHHYIO SKOCUCTEMY CITOCOOCTBYET
WHOUIIUPOBAHUIO HOBBIX X03sieB. [Ipy TUNMWYHOW WHQEKIUHU, CONMPSHKEHHOW C
pa3BUTHEM CHUMITOMOB 3a00JeBaHUs, pPACTEHHE TMOrudaer  BCIEJCTBUE
reHepaM30BaHHOI0 MOPAXKEHUsS] Pa3HBIX TKaHEH; Mociie 3TOro KIETKH MaToreHa
o0paTUMO MepexonaT B TMOKOSIIEeCs HEKYIbTUBUPYEMOE COCTOsIHUE. Takum
o0pa3oM, pa3BUTHE CHMITOMOB 3a00J€BaHUs U TUOENb PACTEHUS-XO35MHA He
ABIIAIOTCS 00513aTE€NbHBIM YCIIOBUEM (OPMHUPOBAHUS MATOJIOTUYECKONW CHUCTEMBI
Nicotiana tabacum — Pectobacterium atrosepticum SCRI11043, a momyiasiinoHHBIN
IUKJI IEKTOOAKTepUi in planta MOXET MPOXOIUTH 0€CCUMIITOMHO.

[IpuuuHbl, ompenensiomue BbHIOOP OAHOTO U3 aJbTEPHATUBHBIX MyTeH
pa3BUTHs PACTUTEIbHO-MUKPOOHON MAaTOCUCTEMBI, HE M3BECTHBI. BepoaTHo, 4TO
Ha XapakTep B3aMMOJEWUCTBHUS Makpo- U MHUKpPOOpPraHM3Ma MOTYT BIMSTH
UCXOJIHBII ~ MMMYHHBI  CTaTyC  pacTeHHUs, HEOJHOPOJAHOCTb  MATOTEH-
UHAYUUPYEMBIX pPEAKIUNA XO35MHA, aJIbTEpHATUBHBIE CTPAaTeTMH MATOTEHOB,
UCIIOJIb3yeMbI€ TPHU KOJOHU3aLUMU X03auHa. Henb3s uckiIovyaTh U TO, YTO BBHIOOP
CTpaTeruu B3aUMOJICHCTBUSL JIE€TEPMUHUPYETCS COBOKYMHOCTBIO 3TUX (DAKTOPOB.
[lonyyennsle B HacTofAlleld paboTe pe3ynbTaThl M pa3pabOTaHHbIE TECTOBbHIE
CUCTEMBbl MOTYT TMOCIYXUTb OCHOBOW [UIsl BBISABICHHUS 3aKOHOMEpPHOCTEH,
OTIpEENSIONINX HEMATOTeHHbIM MYTh Pa3BUTHs PACTUTEIbHO-MUKPOOHBIX CUCTEM.
OT0, B CBOIO OYepelb, MOXET CTaTh MPEANOCBUIKOM s pa3pabOTOK HOBBIX
CIIOCOOOB KOHTPOJIE OaKTEPHUO30B PACTEHUM, OCHOBAaHHBIX HE HAa YHUUYTOXXEHUHU
MAaTOT€HHOTO OpraHu3Ma, a Ha KOOPAMHUPOBAHUU (PU3MOJIOTMUECKUX MPOIECCOB
JIBYX OpPraHu3MOB ¢ 1leibl0  (OpMUpOBaHUS YCTOMUMBOW U  yMEPEHHOMU

paCTPITeJIBHO-MI/IKpO6H0ﬁ CHUCTCMBEI.
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BbIBO/IbI

1. B 3aBUCHMOCTH OT BHEWIHUX YCJIOBHH B monynauusx Pectobacterium
atrosepticum ~ SCRI1043  popmupyroTcss  pasHble  (QPEHOTHUIIBI  KIJIETOK,
pasnuyYaronIfecs mno CTPyKType KIETOYHOW 00O0JOYKH, HUTOIIIA3Mbl U HYKJICOU/Ia;
Opyd 3TOM MOXET MPOUCXOJUTh JUCCOLMALUS MHUKPOOHOH MONYyJSALMH C
00pa30BaHKWEM HECKOJBKUX KIETOYHBIX (DEHOTHUIIOB.

2. B opramusme pactenusi-xo3suHa (Nicotiana  tabacum) 1npu
XapakTEepPUCTUKE AWHAMUKU nonynsuun P. atrosepticum SCRI1043 BbIsSBICHBI
pasznuyHble OakTepHalibHble (PEHOTUIBI, OOpa3yloUIUecss TKaHe- W/MIW CTaaus-
crienuuvHoO.

3. B cocynax kcuiieMbl pacTeHHI Tabaka B X0O€ UX KOJIOHU3AIUU KIIETKAMU
P. atrosepticum SCRI1043 oOpasyroTcsi OakTepuaibHble SMOOJIBI — BIEPBBIC
ONMKMCAHHBIE B HACTOAIIEM MHCCIEJOBAHUU «MHOTOKJIETOUHBIE» CTPYKTYPHI,
KOTOpbIE  COCTOSAT W3  IUIOTHO  PACHOJIOKEHHBIX,  MPOCTPAHCTBEHHO
OPUEHTUPOBAHHBIX OaKTEpUATBHBIX KJIETOK, UMEIOIUX O0JACTH MEKKIETOYHBIX
KOHTaKTOB.

4. baktepuanbHble 5MOOJIBI HMMEIOT OCOOBI crmocod QopMupoBaHuS,
CBSA3aHHBIA C IKEJIMPOBAHUEM KCWJIEMHOTO COKa 3a CYeT Cheuupuieckoi
MOAU(PUKALMU TIOIUCAXapUAOB PACTUTEIbHON KJIETOYHOM CTEHKH; MPU 3TOM B
JIOMEHE COCYJOB KCHJIEMbl TOSBISIOTCS BbICOKOMOJEKYJISIPHBIE TMPOAYKTHI
pacIuierieHus paMHOraiakTypoHaHa I, a Taxke HaKarIMBarOTCSl aKTUBHBIE (DOPMBI
KHCIIOpOa.

5. llonynamumonusii umkn P. atrosepticum SCRI1043 B opranuszme
pacteHusi-xo3suHa (N. tabacum) MOXET 3aBeplIaTbCs OOPATUMBIM MEPEXOAOM
KJIETOK OaKTepuil B )KM3HECIIOCOOHOE, HO HEKYJITUBUPYEMOE COCTOSIHUE.

6. Y pactenuii tabaka, nHpuuupoBaHHeix P. atrosepticum SCRI1043, B
X07ie MHQEKINH BO3HUKAIOT U3MEHEHMSI B YJIbTPACTPYKTYpe KIETOK KOpPOBOM
MapeHXUMbl, CBSI3aHHbIE ¢ HA0yXaHHEM KIJIETOUYHBIX OpraHeM U KOMIIAPTMEHTOB,
WHBaruHalMen M BE3UKYJApU3ALME Iuia3zMaleMMbl, MOAU(PUKALMEH CTPYKTYpPbI

KJIETOYHOM CTCHKU, O6paSOBaHI/IeM OCMI/IO(l)I/IJIBHBIX I‘JIO6y.H B BAKYOJIAX.
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7. Pazmuoxenue kinerok P. atrosepticum SCRI1043 B pactenusix Tabaka
MOXXET MPOXOJUTh B OTCYTCTBHE CHMITOMOB 3a00J]€BaHUs y XO3(MHA; IPHU
OeccUMNTOMHONM  MH(pEKIUH  OakTepUalbHbIE  KJIETKM  MPEUMYIIECTBEHHO
KOJIOHHU3UPYIOT COCYIbl KCHUJIEMbI, HO HE KOpPOBYIO IapEeHXUMY, KakK IpHu
B3aMMOJIEUCTBHUH, CONPSHKEHHOM C Pa3BUTHEM CUMIITOMOB 3a00JI€BaHU.

8. V pactenuii Tabaka, unpunupoBanusix P. atrosepticum SCRI1043, nipu
TUMIUYHOM M OECCUMNTOMHON HMH(EKIUAX aKTUBUPYIOTCS pa3Hble 3allUTHBIC
CUCTEMBI: TIPU B3aUMOJCUCTBUM, COMNPSHKEHHOM C Pa3BUTHEM CHUMIITOMOB
3a00yieBaHus, MPOUCXOAUT AKTHUBALMSA KACMOHAT-UHIYIIUPYEMOI'O OTBETA; IpHU
OeccUMNTOMHOM  MH(QEKUHMH  YBEJIUYUBACTCA  COJIEp)KAHHE  TPAHCKPHUITOB
CAMIWIAT-UHAYIUPYEMOTO MapKepHOro TeHa, a AakKTUBalluM >KacCMOHAaT-

HHAYOHUPYEMOI'O OTBCTA HC IIPOUCXOONT.
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ABTOp BbIpaXaeT 0JarogapHOCTh HAyYHBIM PYKOBOAMUTENSAM [1.0.H.
KOputo Bukroposuuy I'oroneBy u k.0.H. Bnanumupy OpseBuuy ['opiikoBy 3a
YyTKOCTb, IOHMMAaHHE U BCECTOPOHHIOI TOIJEPXKKYy; 1.0.H. Bamumy
Bnagumupouuy CanbHukoBy u K.0.H. Mapune BsuecnaBoBHe AreeBoii
(JtabopaTopusi MUKPOCKOIIUH) 32 TTIOMOIIL B OCBOCHUH METOJIOB KOH(POKATLHOU
U DJIEKTPOHHON MHMKPOCKONMHM M 3a HEOLEHUMBIM BKJIaag B paboTy, K.O.H.
[Tonmune BnagumuposHe MukmuHoW (J1abopaTopusi MEXaHU3MOB pPoOCTa
pacTUTENbHBIX  KJIETOK) 3a TeprneHue U  Oo0ydyeHHe  COBPEMEHHBIM
onoxumuyeckuM metonaM, k.0.H. Onbre EBrenbeBne IleTpoBoii 3a momolns B
MPOBEICHUH MUKPOOHOJIOTUYECKUX IKCIIEPUMEHTOB U TTO3UTUBHOE OTHOIIICHHE
K ku3HHU, K.0.H. Hanexxne bopucosHe TapacoBoil 3a KOHCYJIbTAIlMU W LICHHBIC
Hay4YHbIE COBETHI MPHU MOJTOTOBKE AMCCEPTALMOHHON pabOThI, a TakKe BCEM
COTpYIHHUKAM JaOOpaTOPUU MOJEKYISIPHOW OMOJIOTHU 3a TEIUTYI0 aTMochepy U

MPUATHYIO pabouyt0 0OCTaHOBKY.



