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CIIMCOK COKPAIIEHUI

BO — 6enok o6omouku

muPHK, dsRNA — nByxuenoueunas PHK
MKC — MeMOpaHHBII KOHTAaKTHBIN CaliT
I1/] — nna3monecma

Tb — TpanciopTHBIN OemoK

T® — TpaHCKPUTIITUOHHBIN GaKTOP

OP — 3HA0MIA3MATUYECKUN PETUKYITYM

ADVRP — Genku aTMIIHYHON JOMHHAHTHOW BHUpyCHOH ycroiumBoctH (atypical dominant viral
resistance protein)

AGO — Genok Argonaute

AVr — (akTop aBHpPYJICHTHOCTH

BAK1 — BRASSINOSTEROID INSENSITIVE 1 (BRI1)-ASSOCIATED KINASE 1

BiFC — 6umMoniekysisipHast KOMITIEMEHTAIHsI (DIIyOPeCICHITUH

BiP5 — luminal-binding protein 5

CC-NB-LRR - coiled-coil nucleotide-binding leucine-rich repeat

CRS — perporpaanas curnanbHas cucrema xyoporiactos (Chloroplast retrograde signaling)

DAMP — mosekynsipHbIe TIaTTEpPHBI, acCOLMUPOBAHHBIC ¢ MoBpexaeHHeM (damage-associated
molecular patterns)

DCL — sunopubonykieass, conepxkanie gomen PHKaszsi 11 (Dicer-like protein)
DRB - 6er0k, cB3sipiBaronuii AuPHK (DOUBLE-STRANDED RNA BINDING)

EDS1/PAD4/SAG101 — GenkoBeiii mMoayab, coctosmuii u3 EDS1 (ENHANCED DISEASE
SUSCEPTIBILITY1), PAD4 (PHYTOALEXIN DEFICIENT4) u SAG101 (SENESCENCE-
ASSOCIATED GENE101)

ERAD - DP-accoumupoBanHas gerpanmarms (endoplasmic reticulum (ER)-associated
degradation)

ETI — ummyHuTeT, 3amyckaembiii ¢ dpexropamu (effector-triggered immunity)

ETS — wu4yBcTBHTENBHOCTh K TaroreHaMm, BbI3BaHHas dddexTopamu (effector-triggered
susceptibility)

HR — runep4yBCcTBUTENBHBIN OTBET

HSP90/RAR1/SGT1 — GenkoBbiit Moayib, coctosmmii u3 SGT1 (SUPPRESSOR OF THE G2
ALLELE OF SKP1), RAR1 (REQUIRED FOR MLA12 RESISTANCE1l) u HSP90 (HEAT
SHOCK PROTEIN90)

HEN1 — metuntpancdepaza HUA ENHANCER1

KK — sxkacMoHOBas KHUcCiIoTa



LMR — ycroitunBocTs, 00ycinoBennas ektunamu (lectin-mediated resistance)

MAMP — MonekynspHble TaTTepHBI, ACCOLMUPOBAHHBIE C MHUKpoopranm3mamu (microbe-
associated molecular pattern)

MAPK — Mitogen-Activated Protein Kinase
NCAP — HekJIeTOUHBI aBTOHOMHBIH Oenok (non-cell autonomous protein)

NRIP1 — Genok, B3aumopciictByromuii ¢ N-penentopom (N RECEPTOR-INTERACTING
PROTEIN1)

ONPS — cucrema mnepenayv CHUTHAJIOB MEXKAYy OpraHe/UlaMH, SIpOM M IIa3MOJeCMaMu
(Organelle-Nucleus-Plasmodesmata Signaling)

PAMP — monekynspHble MaTTepHBI, accOIMUpOBaHHBIE ¢ maroreHamu (pathogen-associated
molecular pattern)

PhANG - sxgepnble TeHbl, accouumupoBaHHblie ¢ (otocunTesom (photosynthesis-associated
nuclear genes)

PR — rensl, cBs3aHHbIe ¢ maTorene3om (pathogenesis-related genes)

PTI — ummynuret, aktuBupyemsiii PAMP (PAMP-triggered immunity)

PTGS — mocrrpaHckpHUmImoHHOE yMosikanue renos (post-transcriptional gene silencing)
PRR — penenirop, y3uarouit PAMP/MAMP (pattern rrecognition receptor)

R — daxTop pesucrenTHOCTH

R-CoF — 6enmok-kodakrop hakropa pe3uCTCHTHOCTH

RDR — sunorennsie PHK-3aBucumbie PHK nonumepassr

RdRp — Bupycnas PHK-3aBucumas PHK nonumepaza

RISC — unnymupyemsiit PHK kommekc caiinencunra (RNA-induced silencing complex)
RLK — penenrrop-niogo6nas kunasa (receptor-like kinase)

RLP — perenirop-moqo6Hsrii 6eok (receptor-like protein)

ADK — akTUBHBIE (OPMBI KUCIIOPOJIA

CK — canuuuiioBas KMCJIOTa

SAR — npuoOpeTeHHast CHCTEMHasi yCTOWYMBOCTH (Systemic acquired resistance)

SIRNA — maunbie uareppepupyrone PHK

SRNA, small RNA — mansie PHK

SPL6 - SQUAMOSA PROMOTER BINDING PROTEIN-LIKE 6

TGS — tpanckpuniroHHoe ymoikanue reroB (transcriptional gene silencing)
TIR-NB-LRR — Toll/interleukin 1 receptor-like nucleotide-binding leucine-rich repeat
VSIRNA — siRNA, o6pazoBannsie Ha ocHoBe PHK Bupyca (virus-derived small interfering RNA)

VSR — BupycHslIii cynpeccop caitnencunra (viral suppressors of RNA silencing)
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Ub — yOUKBUTHH

UPR — otBeT Ha HeKoppekTHO ynoxeHHbie Oenku (Unfolded protein response)

UPS — curema yOMKBUTHH-3aBUCUMO# Jierpaaaiiu B mpoteacome (Ubiquitin proteasome system)
VIGS — caiinieHcHHT T'eHOB, HHIyIIUpyeMbIii Bupycom (Virus-induced gene silencing)

VRC — BupycHbIii perrkatuBHbl komiuieke (Viral replication complex)

CIIMCOK HA3BAHUI U COKPAII[EHHMIT BUPYCOB

BTM (TMV) — Bupyc tabaurnoii mo3auku (tobacco mosaic virus)

kpBTM (crTMV) — BTM kpecrongetnbix (crucifer-infecting tobamovirus)

XBK (PVX) — X Bupyc kaprodens (potato virus X)

AV-3 — Bupyc acnaparyca 3 (asparagus virus 3)

CMV - Bupyc orypeunoi Mmo3auku (Cucumber mosaic virus)

ORMV - Bupyc mo3auku parica (0ilseed rape mosaic virus)

PLAMYV — Bupyc Mo3auKH IOI0pOKHUKA azuaTrckoro (plantago asiatica mosaic virus)
PLRV — Bupyc ckpy4uBanus auctheB kaproders (potato leafroll virus)

PMMoV - Bupyc Msarkoii kpamuaroctu nepua (pepper mild mottle virus)

PPV — Bupyc ocrbl ciauBbl (Plum pox virus)

PVA — Bupyc kaptodens A (potato virus A)

TBSV — Bupyc kycrucroii kapiaukoBocti ToMaToB (tomato bushy stunt virus)

TCV — Bupyc MopuiuaucTocTd TypHerca (turnip crinkle virus)

TEV — Bupyc rpaBupoBku Tabaka (tobacco etch virus)

TMGMYV - Bupyc MATKoH 3e1eH0# Mo3anku Tabaka (tobacco mild green mosaic virus)

ToBRFV — Bupyc kopu4HEBOil MOPIIMHHUCTOCTH I0A0B ToMaToB (tomato brown rugose fruit
virus)

ToMMV - Bupyc kpamnuaroii mo3auku Tomarta (tomato mottle mosaic virus)

ToMV — Bupyc mMo3auku Tomara (tomato mosaic virus)

TVCV — Bupyc mpocBeTlieHus )KHUIOK TypHerca (turnip vein-clearing virus)

TYLCV — Bupyc xentoit kypuaBoctu uctheB Tomata (tomato yellow leaf curl virus)
TYMV — Bupyc xenroit Mmo3auku TypHerca (turnip yellow mosaic virus)

TuMV — Bupyc Mo3auku Typrernca (turnip mosaic virus)

WCMV - Bupyc mo3auku 6eoro kiaesepa (White clover mosaic virus)



BBEJAEHUE

Axmyanvnocme U cmenenwb  paspabomaHmocmu  memvl. PacTeHHs  MOCTOSHHO
MOJBEPraloTCs HEOJarompusATHBIM BO3JCHCTBUSM B Cpele CBOEro pocra M pa3BUTHS,
CTAJKMBAsCh CO MHOXECTBOM CTPECCOBBIX (DaKTOPOB aOMOTHYECKOro (TeMIeparypHbIe
KoJicOaHus, TeUIUT BOJIbI, BHICOKHE KOHIICHTPAIIUU COJICH U 1p.) U OuoTudeckoro (bakTepuu,
BUPYCHI, TPUOBI U Ap.) mporcxoxaeHus. CTpecc, B 4aCTHOCTH, OMOTHYECKUH (aTaka MaToreHoB),
3arycKaeT 3allMTHBIC peakiuH, Takue kak uMmyHHbIe oTBeThl, PHK nnTepdepenius (PHKn)
Wi uHble. B paMkax Takoro oTBeTa paJuKallbHO MEHSIETCS MAaTTEPH HKCIPECCUU TE€HOB H
U3MEeHsAeTCs OEJKOBBIM COCTaB KJIETKU: OJHHM OCJIKM MOJABEpraioTcs Aerpajaluu, a Apyrue
HAKaIUIMBAIOTCS B KJIETKE, WIM HAYMHAIOT BBIOJIHATH Ipyrue (QyHKIMHM B paMKax MaTOreHe3a,
MEHATh CBOIO JIOKAJIM3allMI0, B3aMMOJEHCTBYd ¢ Oenkamu mnaroreHa. OTBETbl KJIETKM Ha
MaTOT€Hbl BUPYCHOI'O U HEBUPYCHOT'O MTPOUCXOXKICHUS UMEIOT CXOKUE PEAKIIMOHHBIE MOYJIH, U
B HACTOsIIee BpEeMsI aHTUBHPYCHBIE UIMMYHHBIE OTBETHI BKJIIOUYEHBI B 3UI3aro00pa3Hyl0 MOJIENb
BpoxaeHHoro umMmynutera (Jones and Dangl, 2006; Mandadi and Scholthof, 2013). TTomumo
MMMYHHBIX OTBETOB 3HAYUTEJbHYIO pOJIb B MpOTHUBOBUpYCcHOH 3amure urpaet PHKu. Onucano
MHOKECTBO BHPYCHBIX OEJIKOB, MOAABISFONIMX JaHHbBIH Mexanu3m 3ammtel (Csorba et al., 2015).
BupycHble cynpeccopbl CalJI€HCHMHIA CBS3bIBAIOTCS C Pa3jJUYHBIMM KOMIIOHEHTAMH CHUCTEMBI
PHKwu, takumu kak 6enku u aeynenodeyHas PHK (muPHK), umeronmumu pernaromee 3HaueHNE
st 3amycka u paborel mexanusma PHKu. HccnenoBanusi mokaseiBator, uro nuPHK mosxer
UHIYIIUPOBATh PEaKIMU BPOXKIAECHHOr0o MMMyHHTeTa, B dactHoctd PTI (Pathogen-associated
molecular pattern-Triggered Immunity) (Kerner et al., 2013; Niehl et al., 2016). BpoxaeHHbIi
uMMmyHuTeT U1 PHKuM sBAsitOTCS OCHOBHBIMHU 3alIUTHBIMHM MEXaHU3MAaMH TPOTHUB BUPYCHOMU
UH(QEKIUN U, KaK TMpaBWiIo, JICHCTBYIOT Ha Ha4aiubHbIX 3Tanmax wuHpekiuu (Mandadi and
Scholthof, 2013; Moon and Park, 2016; Calil and Fontes, 2017; Gouveia et al., 2017; Wu et al.,
2019). B HemaBHEM WCCIICIOBaHMU Oblda MpPEJIOKEHAa MOJedb, B paMKaX KOTOPOM
TOOaMOBUPYCHBIE TPAHCTIOPTHBIC U PEIUIMKa3HbIe OEJIKU JIeHCTBYIOT KaK BUPYCHBIE 2P PEKTOpHI,
nogaisgs PTI u PHKwu, coorBerctBenno (Huang et al., 2023). Perummkasubie Oenku
MyJIbTHIUIMIHPYIOT BupycHyto PHK u BeicTynmator B kauecTBe (akrtopa BHUPYJICHTHOCTH B
HeHTpe ouara uHekuud. TpaHcrmopTHbIe OeTkyd 00ecrednBarOT TPAHCIIOPTUPOBKY BUPYCHOTO
Te€HOMa U3 KIJIETKU B KIIETKY U BBICTYIAIOT B KauecTBe (haKTOpa BUPYICHTHOCTH HA JTUAUPYIOIIEM
¢dponte uubekmu, noxasuss PTI (Huang et al., 2023). Takas MyabTH()YHKIHOHAIEHOCTD
BUPYCHBIX OEJIKOB MpErojaraeT MHOKECTBEHHBbIE B3aUMOJIEHCTBUS C JIECATKAMU KJIETOYHBIX
(GakToOpoB, POJb KOTOPHIX B OMHUCAHHBIX BBHINIE HMMYHHBIX OTBETaX HE OMpeleleHa, MO0 OHU

ABJIAIOTCA YYAaCTHHKAMH HWHBIX OTBCTOB B CHUCTEMC B3aUMOJCUCTBUIM BUPYC-paCTCHHC.
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MHOXECTBO HCCIICIOBAHUN OMUCHIBAET ATH KJIETOUHbIE (DaKTOPhI KaK OCIKH C MPOBUPYCHOU HUITH
aHTHBHpYCHOM akTtuBHOCThIO (Garcia-Ruiz, 2018; Garcia- Ruiz, 2019). Ho axTyaibHbIM
OCTaeTcs BONPOC, KAKOBA B JICMCTBUTEILHOCTY AUHAMHUYHAS KAPTUHA 3THX B3aWUMOJCHCTBUI HA
BCEX JTamax BHUPYCHOTO NATOTeHEe3a, HauyWHas C TNEPBUYHOM HHQPHUIIMPOBAHHOM KIIETKH 10

pa3BUTHUS CUCTEMHON MHPEKLINU.

[TomaBneHue 3aIUTHBIX MEXAaHU3MOB KJICTKH W aKTHUBHAs BUPYCHAs PEMPOMYKIHUS, KaK
MIPABUIIO, COMPSDKEHBI ¢ M3MEHEHHEM aKTUBHOCTH MEXKKIETOYHOTO TPAHCIIOPTA, MOCPEACTBOM
KOTOPOTO MPOMCXOJUT U KOMMYHHUKAIIMS MEXIY KICTKaMH, W OJMKHHH TPaHCIOPT BUPYCOB.
[Tnazmonecmsr (IT/1) — 3TO KaHaIBl MEXIY KIETKaMH, KOTOPBIC 00CCIICUNBAIOT MEXKKICTOUHBIN
TPAHCIIOPT METAOOMTOB M CUTHAIBHBIX MOJIEKYI U, CIEIOBATEIBHO, UTPAIOT PEIIAOINIYI0 POITh
B Pa3BUTUHU U (DU3MOJIOTHH PACTCHHIA, a TAK)KE B PEAKIHMIX HA CUTHAIBI OKPYXKAIOMIEH Cpeibl U
cTpecchl. [IOSBISIOTCS JIOKA3aTeNbCTBA, YTO IJIa3MOJECMbl KOHTPOJIHMPYIOTCS CUTHAJIAMH,
UCXOJSAIIMMHU OT JIPYTUX OpPraHesll, B MEPBYIO OYepellb OT XJIOPOIUIACTOB U MUTOXOHIPUI. DTH
CUTHAJIBI JICUCTBYIOT B SJpe, HM3MEHSS JKCIPECCHUI0 TEHOB, KOTOPHIE KOHTPOJUPYIOT Kak
TPAHCIIOPT 4Yepe3 IUIa3MOJAECMBI, TaK H OWOTeHe3 IMOCICAHUX. B3amMOCB3b MEXIY
(YHKIIMOHUPOBAHUEM XJIOPOILIACTOB U peryisuueii Gpyrkiuu [1]] nexutT B OCHOBE TUIIOTE3bI O
MYTSIX CUTHAIM3AIUKA MKy OpraHe/UIaMu, iAPOM | peryisiuei ¢pyakiun miazmoaecm (ONPS,
organelle-nucleus-PD  signaling). [laHHas THUIOTE3a OIMCBHIBACT KIIOYEBOC 3HAYCHUEC
XJIOPOIUTACTOB W MHTOXOHAPUH B O0OECIEYCHHHM BCEX J>KU3HCHHBIX IPOIECCOB, PETYIISANUN
MeTaOoM3Ma KJIETKH, CHHTE3¢ M TpaHCHOpTe (OTOACCHUMHIIATOB, a TaKKe PEaKIUsIX Ha

ctpeccoBbie Bozaeiictus (Burch-Smith et al., 2011; Azim and Burch-Smith, 2020).

['eHOMBI BHPYCOB pacTeHUH KOIAMPYIOT OEIKH, CIOCOOHBIE BHEAPSTHCS B pPazIUYHBIC
SHJIOMEMOpaHHBIE KOMIIAPTMEHTHI KIIETKH, B TOM YHCIIE PO, I/Ie OHU OKA3bIBAIOT BIHMSHUE HA
JKCIpeccHio reHoB, u xjoporuiactel (Qiao et al., 2009; Levy et al.,, 2013; Levy, 2015;
Bhattacharyya and Chakraborty, 2018). Muorue XxioporuiacTHble O€NKH YYacTBYIOT B
npotuBoBUpycHbIX oTBeTax (Abbink et al., 2002; Caplan et al., 2008; Bhat et al., 2013), a
CHUMIITOMAaTHKa BUPYCHOTO TIIaTOTEHe3a 3a4acTyl0 CONpsDKEHa C  XJIOPO30M, H3MEHEHHEM
OUTMEHTALMKM WM  MO3aUYHOCTBIO HWH(QHUUIMPOBAHHBIX JIMCTHEB, YTO BO3HUKAET H3-3a
TUC(HYHKIMM XJIOPOIUIACTOB, BBI3BAHHOW HCTOLIEHHEM »HHEPropecypcoB U HaKOIUIEHHUEM
BUpYycHBIX (akTopoB B kieTke (Reinero and Beachy, 1989; Qiao et al., 2009; Bhat et al., 2013;
Li et al, 2016; Bhattacharyya and Chakraborty, 2018; Budziszewska and Obrepalska-
Steplowska, 2018). B cucremy B3aMMOAEHCTBHI BHpPYC-pacCT€HHE BOBJIEUYEHO MHOXECTBO
KJIETOYHBIX (akTopoB. OJHUM U3 TakuX (AKTOPOB SBISETCA T€H, KOTUPYIOIIUH TOMOJIOT

unruoutopa nentuaas Kynurma (KPILP, Kunitz peptidase inhibitor-like protein). I'en KPILP
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oOHapyXeH y TpeiacTaBuTesneil cemeiictBa [lacieHoBele, B TOM uucie B Tabake, kapTodere,
TOMaTe U JAPYrHX, U KOAUPYET OEJOK, KOTOPbI MMEET BCE CTPYKTYPHBIE 3JIEMEHTHI, IPUCYILUE
unrudutopam nentuaas Kynurima (KPI), Ho B otimune ot KPI Arabidosis thaliana, KPILP we
uHrubupyet cepuronbie nmentuaassl (Li et al., 2008a; Sheshukova et al., 2017). Beuio mokasaso,
yro ypoBenb MPHK KPILP N. benthamiana B KOpHSX CyIIECTBEHHO BBIIIE, YEM B
(OTOCHHTETHYECKH AKTUBHBIX 3pENbIX JUCTHAX. Kpome Toro, B MHPUIUPOBAHHOM BUPYCOM
tabauHoi Mo3auku (BTM) nucte Tabaka ¢ MposiIBIEHUEM CUMIITOMOB B BUJIE MO3aUKHU B CBETJIO-
3€JICHBIX 30HAaX C W3MEHCHHOH NMUTMEHTAIlMed M aKTUBHOW PENpoIyKIHEH BHpyca ypPOBEHBb
MPHK KPILP cymecrBenHo Bhille, 4ueM B TeMHO-3eieHbIX 30Hax (Sheshukova et al., 2017).
JlanHoe HaOMIOZCHHME YKa3bIBaeT Ha CYIIECTBOBAHHWE OOpPAaTHOH B3aUMOCBSI3U  MEXKIY
¢dorocuntezom u 3xcnpeccueit KPILP: Bo-miepBoix, sxcnpeccust KPILP akTuBHA B KOpHSX, Tl
HE TPOMCXOTUT (POTOCHUHTE3; BO-BTOPBIX, pu HMHeKkimrn BTM mpoucxomst CTpyKTypHbIE U
GbyHKIIMOHATIbHBIE HM3MEHEHHs XJIOPOIUIAaCTOB Hapsany ¢ aktuBaunuen sxcmpeccun KPILP.
Hapymenne paGoThl XJIOpOIIIACTOB MPUBOIMT K 3aITyCKY MEpeIadn PeryasiTOPHBIX CUTHAJIOB OT
IUTACTH]I B SIIPO, YTO, B CBOIO OYEpE/b, BIUSAECT HA 3AIIUTHBIE PEAKIUU KIETKH M IKCIIPECCHIO
SICPHBIX TC€HOB, ACCOIMMPOBAHHBIX C (POTOCHHTE30M, H OTPAXKACTCS HA PEHPOAYKIIMH BUpYyCa
(Brunkard and Burch-Smith, 2018; Crawford et al., 2018). Ho kakyto poss KPILP urpaer na
¢doHe TOOAMOBHPYCHOTO MATOTeHE3a, CIOCOOCTBYET JIM OH Pa3BUTHIO HH(MDEKINH WM, HATIPOTHB,

YYaCTBYCT B IPOTUBOBHUPYCHBIX 3AIIUTHBIX PCAKIUAX, OCTABAJIOCh HESACHBIM.

Lenu u 3a0auu uccneoosanus. llenpio Hacrosimeld pabOThl ObUIO M3yYeHUE CBOWCTB U
byHkImii romosiora uarnouropa nentuaas Kynutma Nicotiana benthamiana (NbKPILP), u

OIpEIEIEHUE €r0 POJIM B CUCTEME B3aMMOJIECHCTBUI BUPYC-paCTEHUE.
Jlist focTHKEeHUs 1esn ObLIN PEIIeHbI CIICAYIOIINE 3aauu:

1. Anamu3 ypoBasi skcnpeccurn NDKPILP B ycnoBusix cuctemHoit nHdekimn X
Bupyca kaprodens (XBK) u Tobamoupyco, BTM u BTM kpecrouserbix (kpBTM'), B
mojensHoM pacteHun N. benthamiana

2. Co3nannie MonenbHOM cuctembl s aHanm3a Qynkiuid  NDKPILP - Bo
B3aMMO/JICUCTBUH BUpYyc-pacTeHne u ucciepoanue BiusHus NDKPILP na ¢usnonormueckuii
craryc pacrenus N. benthamiana

3. BeisiBienue BiusiHus NDKPILP Ha penpoiykiuio ¥ pa3BUTHE CHCTEMHOM

uH(pexkunu TobamoBupycos BTM u kpBTM

! CornacHo coBpeMeHHOI HOMeHKIatype kpBTM, n3HayanbHO MACHTUGUIMPOBAHBIA Ha Kadeape BUPYCONOrnH OUONIOTHYECKOTO (haKyIbTeTa
MI'Y, cuntaercs U30JIITOM BHpyca MPOCBeTIeHHs )Mok TypHernca (Turnip vein-clearing virus, TVCV). B nmutepaTypHbIX HCTOYHUKAX, TEM HE
MeHee, ucnonb3ytores oba HasBanus, TVCV u c'TMV (kpBTM). B konTekcte Hactosimedd pabotsl obo3naueHune kpBTM oTHocutes k
BBIIICYKAa3aHHOMY H30JATY M BEKTOPaM Ha OCHOBE €0 FeHOMA.
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Obvexm u npedmem uccieoosanus. OObEKTaMU UCCIEIOBAHUS OBLUTH KJICTOYHBIA (PaKkTop
KPILP Nicotiana benthamiana u Bupychl pacteHuii (MOTEKCBHUPYC U TOOAMOBHUPYCHI).
[Ipenmerom uccnenoBanus ObUIO M3yueHHE BiMsHHS NOBbIIIeHHOW 3kcnpeccun NDKPILP Ha
pa3BUTHE BUPYCHOU MH(DEKIINH.

Hayunas nosusna pabomer. Ilonyuennsle B HacToAlel paboTe pe3ynbTarhl 00Jadar0T
Hay4YHOM HOBHM3HOM U UMEIOT TEOPETUYECKYI0 M IPAKTUYECKYH0 3HA4MMOCTh. [IpoBeneHHoe
UCCIIIOBAaHHUE BBISIBUJIO CYIIECTBOBAHHME HOBOTO MPOBUPYCHOTO (PAKTOpa, KOTOPBIA MPUHUMAET
aKTUBHYIO pOJb B Pa3BUTUU TOOAMOBHpPYCHOM uHGEKIMH B MOJeIbHOM pacteHuu N.
benthamiana, koropoe oTHOcuTCst K cemeiicTBy IlacieHnoBbie. JlaHHbIe, MMOJyYEHHbIC B
UCCIICIOBAaHUH, MOT'YT OBITh SKCTPAIOIUPOBAHBI HA IPYTUX MPEJICTABUTENEH CEMEHCTBA.

Teopemuueckas u npakmuyeckas 3Hauumocms pabomul. OXapakTepU30BaHHBIE CBOHCTBA
U ¢yukiuu HOBOro kierouHoro ¢aktopa NbKPILP, mpuHuUMaronmero y4actue B perysisiiuu
(bU3HONIOrHUECKUX MPOIECCOB B YCIOBHUSAX BHPYCHOTO MATOTeHE3a, PACHIMPSIOT MPEICTABICHHUS
0 CHCTEME B3aUMOJECHCTBUN BUPYC-PACTCHHE

3aMeieHHe BUPYCHOTO MATOT€HE3a, BBI3BAHHOE TIIOAABICHHEM 3KCIIPECCHU HOBOTO
npoBupycHoro kietounoro (akropa NDKPILP, maer ocHOBY mist pa3pabOTKH IOAXOIOB,

HaIIpaBJICHHBIX Ha CO3JaHUC 663BI/IPYCHOFO CEIBCKOIr0 X035MCTRBA.

Memooonozuss u memoovl OUCCEPMAYUOHHO20 UCCIe008aHUs. DKCIIEPUMEHTAIIbHAS
pabota mpoBeneHa Ha MojaenbHOM pacteHuu N. benthamiana, oTHocsIIeMcss K CeMEHCTBY
[TacneHOBblE M SKOHOMHYECKHM 3HAYMMbIX ToOamoBupycax. Jlias co3gaHus TeHEeTHYEeCKHX
KOHCTPYKILMH HCIOJIb30BaHbl CTAHJAPTHHIE T€HHO-MH)KEHEPHBIE METO/Ibl; 3apak€HUE PACTEHUN
npoBoauian yactuamu BTM uepes nopanenue aOpa3uBoM MOBEPXHOCTHBIX TKAHEW JIMCTA; AJIs
uHpunupoBanuss XBK umu kpBTM Obuin Hcnionb3oBaHbl BEKTOPHI, CO3/1aHHbIE Ha OCHOBE
T€HOMOB 3THUX BHUPYCOB; JOCTaBKa I€HETHMYECKOIO MaTepHalla OCYIIECTBIIACH IOCPEACTBOM
arpobakrepun Agrobacterium tumefaciens; onenka Hakomienus PHK ocymectBiena mpu
nomomu [I[IP B peanbHOM BpeMeHHU, TpenBapseMoil oOpaTHON TpaHCKpHUIIIHEH; padoTa c
o6enkamu u PHK ocymectBieHa coriacHO MeToiaM, ONMCAaHHBIM B JIMTEpAaType; OIEHKa
[JIIOKO3bl B TKaHAX  BBIIOJIHEHA  IOCPEACTBOM  BBICOKOAI((EKTUBHOW  >KHUIKOCTHOM
Xpomarorpaduu; oleHKa KaJllo3bl NMPOU3BEJEHA C HUCIOJIb30BaHMEM KOH(OKaNIbHOM Ja3epHon
(Gi1yopecleHTHOH MUKpPOCKONHMHM C TpEeABapUTEIbHBIM OKpallMBaHWEM (DIyopecleHTHBIM
KpacuTeleM; KOJMYECTBEHHbIM aHaiu3  QUIyOpECIEHTHOrO CHUTHajlla TMpOBEIEH Ipu

UCIIONIb30BaHUU TIpOrpaMMHOro obecrieueHus Imageld.



Tlonooicenus, 6blHOCUMbLE HA 3AUUMY

1. Nudexuns XBK, BTM u kxpBTM aktuBupyer skcrpeccuto NDKPILP B nuctbsix
pacrenus Nicotiana benthamiana.

2. NbKPILP yuactByeT B perymsauuu (GU3HOIOIHYECKOro craryca pacteHus N.
benthamiana na ¢oxe BHpyCcHOro maToreHesa.

3. NbKPILP crnocoGcTByeT penpoayKiuu, a Takke OJIMKHEMY U CHCTEMHOMY
TpaHncnopty TodamoBrpycoB B Nicotiana benthamiana.

4, [Moganenue oskcnpeccur NDOKPILP  mpuBoguT K  3aMEUIEHHIO pPa3BUTHS
CUMIOTOMATUKU U CHIDKEHUIO CMEPTHOCTH PAaCTEHHM NMPU HHPHUIIMPOBAHUH TOOAMOBUPYCAMHU.

Cmenenv docmogepnocmu u anpobayus pe3yibmamos. B xone paboTsl HCIOIB30BATICH
OOIIETIPU3HAHHBIE COBPEMEHHBIE METOJAbI M MOIXOMBI; JTOCTOBEPHOCTH MOJTYYEHHBIX JTAaHHBIX
MOJATBEPXKJIAETCS  JOCTATOYHBIM  KOJMYECTBOM  BOCIPOM3BOJUMBIX  pPE3yJibTaToOB,  HX
CTaTHCTUYECKON 00paboTKOM M myOnMKanueil pe3ylbTaTOB B PELEH3UPYEMBIX >KypHalax.
Amnpobanusi ipoBezieHa Ha Mexiabopatopaom cemuHape I'BYH UMuctutyT 00mmiel reHeTuku
uM. H.11. BaBunoBa PAH 19 ¢espans 2025 r. Pabora Oblia npeacrasieHa Ha 43-M KOHrpecce
FEBS Open Bio (2018 r.), 44-m u 45-m kourpecce FEBS (2019 u 2021 r.); na VII Coe3ne
BaBunoBckoro o0miectBa reHETHKOB M CENEKIHUOHEpOB, mocBsameHHoMy 100-nmetuto kadenpsl
regeruku CIIOI'Y, Cankr-IlerepOypr, (2019 r1.); koHpepeHmmnn «buosornyeckas 3amuTa
pacTeHuii — ocHoBa cTabuian3anuu arposkocuctem», Kpacnonap (2022 r.); Il nayunom gopyme
«'EHETUYECKHUE PECYPCBbI POCCHUM», C.-Ilerepoypr (2023 r.). Ilo marepuanam
JccepTallMOHHON paboTHI OIyOJIMKOBaHO 4 CTaThH B
PEIeH3UpPYEeMBIX HAYYHBIX HW3JaHHUAX, PEKOMEHIOBAaHHBIX IS 3amuTH B JluccepTalimoHHOM

coBere MI'Y no cnenmansrocTr 1.5.3 — MosexymnsipHast OMOIIOTHSL.

Jluunwviti  6éxnao0  couckamensa. JIMUHBIA BKJIA[ 3aKIOYaliCs B aHalW3€ JAaHHBIX
JIMTEPATypPhl, TOCTAHOBKE 3a/1a4 U DKCIIEPUMEHTOB, HHTEPIIPETALIMU PE3YJIHbTATOB U MOCTPOCHUU

THUIIOTE3 HA OCHOBEC MMOJTYYCHHBIX JAHHBIX, ITOJATIOTOBKE HY6J'II/IKaIH/II71 " TCKCTa AJUCCCpTaluu.

Cmpykmypa u ob6wvem Ouccepmayuu. Jluccepranysi COCTOUT U3 BBEACHUS, OCHOBHOM
yacTu, OOCYKIEHUS Pe3yabTaTOB, 3aKIIOYEHUS U CIHCKA HUTUPYEeMOH mnutepaTypsl u3z 377
HauMeHoBaHuii. Pabota n3noxxeHa Ha 118 cTpaHuIiax MalIMHOMKHCHOTO TEKCTa W BKItouYaeT 17

PUCYHKOB U 2 TaOJIHITBI.
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OB30P JIMTEPATYPBI

Pa3zBuTHe BUPYCHOM HHPEKIMHU U BHYTPUKJIETOUYHbIE H3MEHEHUA

Bupycsl pactenuii, wim (GUTOBUPYCHI — 3TO OOJIHMraTHBIE BHYTPUKICTOYHBIC MApPa3UTHI,
F€HOM KOTOPBIX BEChbMa OIPAaHUYEH, MOATOMY OHHM IMOJHOCTHIO 3aBHCAT OT KIJIETOK, B KOTOpBIE
OHM momnagarT. MHQUIMpOBaHNE PACTUTEIBHON KIETKH MOKET MPOUCXOIUTH MOCPEICTBOM
NEPEeHOCUYUKOB (HAaImpUMeEp, HACEKOMBIX MIM TPaBOSAHBIX), a TAaKKE Yepe3 MEXaHHYECKOe
NOBPEXICHHE TKaHEeil WM BepTHKAJIbHBIM TiepeHocoM uepe3 cemeHa (Gallet et al., 2018; Xu et
al., 2023). Bupychl pacTeHuil KJIacCUUIMPYIOTCS 10 TUMY HYKJIEHHOBOW KHUCIOTBI, KOTOPOM
npenctaBieH ux reHoMm. [lomasinsromiee OOJIBIIMHCTBO BHUPYCOB PACTEHHM HMEIOT T'€HOMBI,
npeACTaBIeHHbIE OfHOIenoYeyHoi cMbicioBoii (+)PHK, Takke CyIecTBYIOT BHPYCHI, TCHOM
KOTOpBIX MMeeT aHTHcMbIcioBy (-)PHK wmmm aByrenoueunyro. Jlpyrue BHpYCBHI pacTeHUit
UMeIOT reHoMm, npeactasieHubiil JJHK, kotopas moxer 0biTh aByx1ieniodeunoii (Caulimoviridae)
win  oxHouenouyeunoi  (Geminiviridae) (Baltimore, 1971). Hecmorps Ha pa3nuuus B
OpraHHU3aIi U SKCIPECCUU TeHOMa, MOP(OJIOTUU BUPHOHOB U Kpyre xo3seB, (+)PHK-Bupycsl
UMEIOT NMPUHIUIHAIBHO CXOXKUE CTpAaTeruu peruimkauuu resoma. g 6onsmumHceTBa (+)PHK-
conepkanux BuUpycoB cuHTe3 (-) nenu PHK conpsbkeH ¢ TpaHCISAIUEH perTMKaTUBHBIX OCIIKOB,
a 3arem Ha matpuue (-)PHK npoucxonut cunres (+)PHK u cybrenomusix PHK (crPHK). PHK-
3apucumas PHK-monumepasa (RdRp, RNA-dependent RNA polymerase) siBnsieTcsi OCHOBHBIM
0eJIKOM, KOTOPBIM KaTalM3upyeT perukaiuio u oopazoanue crPHK. Taxke B aToM mporiecce
3aJeiicTBOBaHbl (DAaKTOPhl Kak BHPYCHOTO, TaK M KIETOYHOTO MPOUCXOXKACHHUS, KOTOPHIE B
COBOKYITHOCTH 00pa3yioT perunkatuBHble komiuiekcel (VRC, viral replication complex)

(Laliberté and Sanfagon, 2010; Hyodo and Okuno, 2016).

(+)PHK-Bupycel sBisitoTcsi Haubosiee pacnpOoCTPaHEHHBIMM BHUpPYCaMH pacTeHUN U
BKJIFOUAIOT MHOJYKECTBO BHPYCOB, JKOHOMHYECKM 3HAYMMBIX IS CEJIbCKOTO XO3SHCTBA.
Pa3mHOXeHHE BUpyca BHYTPH PACTEHHUS 3aBUCHT OT KIJIETOYHBIX MEXaHH3MOB XO35HHA, KOTOPHIE
UCTIONIB3YIOTCSl BUPYCOM ISl PEIUTMKALMK T€HOMa, TepeMEIleHHs OT KIIETKH K KIIETKE 4epes
IUIa3MOJIECMBI, & TaKXKe CHCTEMHOIO pachpocTpaHeHus uepe3 (uosmy. st ocyiiecTBieHus
BCEr0 YKM3HEHHOTO IHUKJIA M MPOM3BOJCTBA MH(MEKIIMOHHOTO MOTOMCTBA BHUPYCHI HCIIOJIB3YIOT
pa3IUyYHbIE KJIETOYHBIC (PaKTOPbI, YTO B KOHEYHOM UTOTE TPUBOJMT K UCTOICHUIO MOPAKEHHBIX
TKaHel, BOSHUKHOBEHUIO XapaKTepHOH CHMITOMATHUKU M Jake rmOenu Bcero pactenus. M3-3a
OTpaHMYEHHOT0 pa3Mepa TeHOMa U ero koaupytomero mnoreHuuana (+)PHK-Bupycs
MaKCUMaIbHO AS(GGEKTHBHO HCIOIB3YIOT KOMIIOHEHTHI KJICTKU-XO3SMHA JIUISl  YCIEHIHOTO
3apakeHUs, «IKCIUTyaTUpys» KiIeTouHble Oenku, MemOpanbl u Metabomutsl (Miller and Krijnse-

Locker, 2008; Wang and Krishnaswamy, 2012; Kushwaha et al., 2015; Fernandez de Castro et
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al.,, 2016). CremoBaTenbHO, PEMPOAYKIIMSA BHPyCa HapyIIaeT KJIETOYHBIH METabOIu3M U
ompenenseT pa3BuTHe 3a0oineBaHus. Penpoaykius Bupyca TakKe HHIYIHPYET 3alluTHBIE
peaknMy pacTeHW, BIMsS Ha Mepefadyy CUTHAIOB (DUTOTOPMOHOB, BBI3BIBACT HAPYIICHUS
pa3BuUTUA U MOPGOJIOTUYECKHE aHOMAJIUU, BKIIFOYasl JIOKAJIbHBIE U CUCTEMHbIE PEaKIUH, B T.4.
rubenp kiaerok (Mandadi and Scholthof, 2013). Takum oOpa3om, BHPYCHBIH MATOr€HE3 - 3TO
pe3ynbTaT CIIOXKHBIX B3aWMOJCHCTBUM MEXKIYy BUPYCAMM M PACTCHUSAMH, IPUBOAAIIUN K
BO3HMKHOBEHUIO MHOXKECTBA TSDKENIBIX 3a00J€BaHMI M OKAa3bIBAIOUIMI MOIIHOE HETaTHBHOE

BO3,Z[€I>'ICTBI/IC Ha IIPOU3BOJUTECIIBHOCTD arpapHoOro CEKTopa.

Crparerum 3aliUThI PACTEHUS] IPY BUPYCHOM HHpeKIUN

PacTeHuss pa3BWIIM OYCHBb CIOXKHYIO, YE€TKO PEryJIHPYyEMyI0 M MHOIOYPOBHEBYIO
UMMYHHYIO CUCTEMY JUIst 00pbOBI C BUPYCHBIM IIATOTCHE30M. 3apa)KEHUE U PEIUTUKAIINS BUPYCOB
B PAaCTEHHHU-XO3SMHE BBI3BIBAIOT TaK Ha3bIBAEMBIC JOMHHAHTHBIC 3aIUTHBIE MEXAHH3MBI JIJIs
00pr0ObI ¢ uHpeKIKen, Briovas (i) BpoxaeHublid ummynuret, (i) PHK untepdepennuto, (iii)
perpeccuto TpaHcsuy, (1V) 1erpagamnnio 0elnKoB, ONOCPEIOBAHHYIO YOUKBUTHHHPOBaHKHEM, (V)
HOHCEHC-omocpenoBannyto nerpaganuio Bupycuoit PHK (Covey et al., 1997; Hamilton and
Baulcombe, 1999; Liu et al., 2002; Soosaar et al., 2005; Mandadi and Scholthof, 2013; Garcia et
al., 2014; Gouveia et al., 2017). PeneccuBHasi yCTOHYMBOCTh KaK CHCHM(PUUCCKUI MEXaHU3M
POTUBOBUPYCHOW yCTOWYHMBOCTH COCTOMT B [OTEPE KIIOYCBBIX (AKTOPOB XO3sIHMHA,
HeoOxoauMBbIX Ut ipordepanuu Bupyca (Diaz-Pendon et al., 2004; Wang and Krishnaswamy,
2012).

BpO)K}IeHHbIﬁ HMMYHHUTET PaCTCHUSA

Pacrenust pearupyroT Ha MAaTOTE€HbI, HCIOJb3YS BPOXKICHHYI0O MMMYHHYIO CHCTEMY,
KOTOPYIO B OOIIKX YepTax pa3AelsiioT HAa HMMYHUTET, BBI3BAHHBIN MOJIEKYJISIPHBIMH MaTTEPHAMU
narorena (PTI, pathogen-associated molecular pattern-triggered immunity), ¥ uMMyHHTET,
3amyckaemblii  dddpektopubiMu  Monekymamu  (ETI, effector-triggered immunity). PTI
aKTUBUPYETCS, KOIJa CIElUalbHbIe PELEeNTOphl PAacHO3HAaBaHUS Ha TOBEPXHOCTH MeMOpaHbI
wietku (PRR, pattern recognition receptor) BcTpeyarOT ONpeIe/CHHBIE MOJEKYISPHBIC
crpyktypsl marorenoB (PAMP/MAMP, pathogen- uiam microbe-associated molecular pattern)
WIN DHJIOT€HHBIE CHUTHAJBI, BBIACIIAEMBIE PACTEHUEM IIPU TMOBPEKICHUM WIM BO3IECHCTBUHU
MaToreHa, KOTOpble Ha3bIBAIOTCS MOJIEKYJISIPHBIMU MaTTepHaMu noBpexaeHus (DAMP, damage-
associated molecular patterns) (Macho and Zipfel, 2014). Uto06bl mpeoioieTh NEPBYIO JTHHUIO
3aIUTHI, TATOTEHBI BBIAEISAIOT B PACTUTENBHBIE KIETKU 3G (HeKTOphl, KoTopble HHrHOUpytoT PTI,

IPUBOJIS PACTUTEIbHYIO KJETKY B COCTOsIHME 4dyBCTBUTENbHOCTH K martoreHy (ETS, effector-
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triggered susceptibility). [IpoTuBomelcTBYs 3TOM CTpaTeruyd BUPYJIECHTHOCTH, PaCTHUTEIIbHBIC
KJIETKH CHUHTE3UPYIOT OEJKM BHYTPUKJIETOUHOW ycToWumBocTH (R), KOTOpBIE crenuduuecku
pacno3HaioT 3 QeKTopsl maroreHa, wik (GpakTopbl aBUpyiIeHTHOCTH (Avr), u aktuBupytoT ETL
OTH COBMECTHO Ppa3BHUBAIOLIMECS CTPATErMM BUPYJIEHTHOCTH IIATOI€HOB U  MEXaHMU3MbI
YCTOMUMBOCTU PACTEHUH WUIIOCTPUPYIOT HBOJIOLUOHHYIO TOHKY BOOPYXEHHH MEXIY
NaTOreHOM M XO3SMHOM, KOTOpash MHTETPUPOBAaHA B 3UI3aroo0OpasHyI0 MOJENb BPOXKIAECHHOTO
UMMYHHUTETa pacTeHuil u omnpexaensiercs ¢opmynoi [PTI-ETS+ETI]. Kynemunanueir ETI u B
psage caydaeB PTI moxker crate peakius runepuyBcTBureiapHoro orsera (HR, hypersensitive

response) u mosiHas yCTOWYMBOCTH K matoreny (Jones and Dangl, 2006).
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Pucynok 1. Cxemarudeckoe n3o0pakeHUE 3aIlyCKa 3allUTHBIX PEAKIMl pacTUTEIbHOMN
KJICTKH TPU aTake BHPYCHBIX W HEBUPYCHBIX MaToreHoB. [losicHenus B Tekcre. D/M/PAMP,
damage-, microbe-pathogen-associated molecular pattern; PTI, pathogen-associated molecular
pattern-triggered immunity; ETI, effector-triggered immunity; ADVR, atypical dominant viral
resistance; E, oaddexTopHpie  Oenku, CceKpeTHpyemble — OakTepHsMHU U TpuOaMu;
HSP90/RAR1/SGT1 u EDS1/PAD4/SAG101 — GenkoBbie Moayiu, coctosmue u3 SGT1, RAR1
u HSP90 u EDS1, PAD4 u SAG101, coorBerctBenno; PHKu, PHK unrepdepennus; R, 6enok
pesucrentHocTH; R-COF, xodakrop Oenmka R; Avr, dakrop aBupyientHoctd; PRR, Pattern
Recognition Receptor; SERK, xopenenrop PRR; MAPK, mitogen-activated protein kinase; HR,
THIIEPYYBCTBUTENBHBI  0TBeT; SAR, mprnoOpereHHass CHCTEMHasi YCTOWYHBOCTB, SA,
camunmioBas kuciaota; JA, xacmonoBas kuciora; ET, stunen; NO, okcug azora; ROS,
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aktuBHBIE opMmbl Kuciaopoaa; CSN, koMIiekc OeMKOB, YJaCTBYIONIUNA B Jerpajaliuy Oeyka 1o
yOukBuTHH-3aBHUcUMOMY TyTH; SCF, xommoHeHT E3-yOMKBUTHH-THMrazHoro komruiekca; U,
youkButuH; CP, Genok oGosouku Bupyca;, MP, TpancnoptHeiii Oenok Bupyca; RARp, Gemox
pemnkasel Bupyca; VRC, BupycHas «dabpuka»; SSRNA, omnouenoueunas PHK; dsRNA,
nsyuenoyeunas PHK; HR, rumepuyBcrBurensubiii otBer; PCD, 3amporpamMupoBaHHas
kierouHas cMepth; K n B, OenkoBble (hakTOpbl KJIETOYHOTO M BHUPYCHOI'O IPOUCXOXKICHMS,
coorBercTtBeHHO; KC, kierounas crenka. AmanrtupoBano u3 (Mandadi and Scholthof, 2013;
Gouveia et al., 2017; Wu et al., 2019).

HccnenoBanust B3aUMOJECHCTBUI pacTeHUH M BUPYCOB MOJOXKWIM HAyaJlo ONMCAHUIO
apajgurM HMMMYHHOTO IPOTUBOBHPYCHOI'O OTBETa, KoTopble BKIrodain HR u cucremnyro
npuoOpereHHyto ycroiunBocth (SAR, systemic acquired resistance) (Holmes, 1929; Ross,
1961). Ho no HemaBHEro BpPEMEHHM STH KOHICHIMM MPOTHBOBHPYCHOTO HMMMYHHTETa OBLIH
UCKJIFOUEHBI U3 3UI3aroo0pa3Hoi MOJEIM BpOXKJIECHHOT0 uMmyHHuTeTa. B 2013 rony konuenmus,
ONHKCHIBAIOLIasi MMMYHHUTET PpAacTeHUM, Oblla [IOMOJHEHAa HOBBIMH TEpPMHUHAMM: BHPYCHBIE

apdexTopsl, BupycHbid PTI u Bupycubii ETI, koTopsie MHTErpupOBaHBI B COBPEMEHHBIC

MOJIeTIM UMMYHHBIX peakuuii pacrenus (puc. 1) (Mandadi and Scholthof, 2013).

Bupycnsorii ETI

HR u HekpoTuyeckue peakiuy NPUIAIOT YCTOMYMBOCTh PACTEHUSIM K PasHOOOpa3HbIM
NaTOreHHbIM rpubam, OakTepusM M (UTOBHpPYCaM M IPOUCXOAAT IO JOBOJBHO CXOKUM
MexaHuzMaMm. Tunmuasle 3¢dexropbr OakTepuit u TpuOOB JOCTABISIOTCS B KIETKH Yepes
CUCTEMBl CEKpElMH, TOrja Kak BHUPYCHbIE 3(PQPEKTOpbI, KOIUPYEMbIE BHUPYCHBIM T'€HOMOM,
CHUHTE3UPYIOTCS HENOCPEACTBEHHO B LUTOIJIA3ME€ PACTUTEIbHOW KIETKH. 3-3a orpaHudeHus
KOJUPYIOIIEeH CIIOCOOHOCTH BHUPYCHBIX T€HOMOB NPAKTHUECKU BCE BUPYCHBIE ONKH, TaKUe Kak
permukasel, TpaHcnopTHeie Oenku (Th), Oemox o6onouku (BO), moryr paeiicTBOBaTh Kak
nerepmMuHaHTel Avr (puc. 1). Bo Bpems BupycHONH HMHQEKIUH, KaK U IPH HEBUPYCHBIX
uHpeknusax, peakuus HR  uHMumupyercs B3aumopeidictBuem AvVI—R, T.e. OenkoB
ABUPYJICHTHOCTH M PE3UCTEHTHOCTH. Takoe B3aMMOAECWUCTBUE MNPUBOJIUT K METaOOIUYECKHM
M3MEHEHUSM YpOBHEH 3alllUTHBIX TOPMOHOB, Takux Kak canuuuioBas kuciaora (CK) u
skacMoHoBasi kuciota (KK), oxkcunma azora (NO), HaKOIJIEHHWIO aKTUBHBIX (OpPM KHCIOpOaa
(AD®K) kax B nHOUIIMPOBAHHBIX, TaK U B HemHpuuupoBanubix Tkausx (Carr et al., 2010; Calil
and Fontes, 2017; Gouveia et al., 2017). IlosTomMy BUpycHBIE (AKTOPbI, KOTOPbIC MEIIAIOT
3aIlUTe, TAKXKE HA3bIBAIOTCS BUPYCHBIMU 3 ekTopamu, win Gpakropamu BupyineHTHoctu (Vir),
a UMMYHHBII OTBET, KOTOPBIA OHM BBI3BIBAIOT, onpenensercs kak BupycHold ETI. HR Takxke
CBSI3aH C HapylIeHHEM romeocrasa woHoB Ca’’, ImenocTHOCTH MeMOpaH W aKTHBAIeil

Kacma3ono/J00HbIX MpoTea3, TaKMX KaK BaKyOJSpHBIA mpoueccuHrosbiii ¢epment (VPE,
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vacuolar processing enzyme), KOTOPBIM CUHMTAETCSI OCHOBHBIM (DEPMEHTOM, 3aIyCKaroIuM
rubenpb kietok Bo Bpemss HR (Mur et al., 2008). Peakuus HR, npuBoasias k ruOenn KJIETOK,
4acTo CBsi3aHa C YCTOMYMBOCTHIO K matoreHy. Ho ycToMYuBOCTB - 3TO HE BCerja rudeib KIETOK
npu HR. Hanmpumep, 6enox Tm-1 npumaer pacTeHUsM ToMaTra yCTOHYMBOCTh K BUPYCY MO3aUKH
TOMaTa, OTHOCsIIeMycss K TooamoBupycam (ToMV, tomato mosaic Virus), myreM WHaKTHBAIMN
Oenka peruirkassl ToMV, He Bbi3biBas HR-accouunposannoi rudenu xierok (Ishibashi et al.,
2007). B manHom ciydae Oenmok Tm-1 siBisieTcss KJIETOYHBIM (DaKTOPOM YCTOHuUMBOCTH R, a

6enok perukassl TOMV — BUpPYCHBIM (hakTOpOoM AvVr.

BonpmuucTBO mpoTHBOBHpPYCHBIX R TeHoB komupyroT NB-LRR Genku ¢ Hykieotunu-
cBs3bIBatomuMu cBoricTBamu (nucleotide-binding u leucine-rich repeat 6enkoBbie ceMelcTBa),
KOTOPBIC ONIOCPEAYIOT YCTOHYHBOCTD MPH CHCHHPHISCKOM (TIPSIMOM WIIH HETIPSIMOM) Y3HABaHUU
BupycHoro dakropa Avr (Gouveia et al., 2017). NB-LRR Genku conmepar JOMOTHUTEIBHBIC
BBICOKO KOHCEpBaTHBHBIC N-TepMHHAIbHBIC TOMEHbI, Takue kak gomen CC (coiled-coil) wiu
nomen TIR (Toll/interleukin 1 receptor-like) (Bonardi et al., 2012). O6a tuna R ¢akropos, CC-
NB-LRR u TIR-NB-LRR, HenocpencTBeHHO pacno3HaroT maToreHHblii AVl (pakTop UM Takoe
B3aUMO/ICHCTBHE onocpeayeTcs Apyrumu Oeinkamu-kopakropamu (R-CoF) (Collier and Moffett,
2009).

CurHanpHBIN Kackal, 3amycKkaeMbiii R OenkamMu, BKIIIOYaeT B ceOsi OBICTPYIO aKTHUBALIUIO
MAP-kuna3 (MAPK, mitogen-activated protein kinase) u u3aMeHeHHs B SKCIPECCHU 3aIUTHBIX
TEHOB M YPOBHSIX TOpPMOHOB. KOHBEpreHIust MeXIy BHUPYCHBIM U HeBUpycHbIM ETI
HaOJI0/IaeTCsl B y4YaCTHMM B 3TOM IIpoliecce JBYX OEIKOBBIX (PYHKIMOHAIBbHBIX MOJIYJIEH,
KOHTPOJIMPYIONMX CTa0MIu3aiuio u jaectadbuimmzanuio O6enka R (Kadota and Shirasu, 2012;
Hoser et al., 2013). IlepBblif MOIYdb — 3TO IMIANIEPOHOBBINA KOMILIEKC, coctosimuii u3 SGT1
(SUPPRESSOR OF THE G2 ALLELE OF SKP1) (Austin et al., 2002), RAR1 (REQUIRED
FOR MLA12 RESISTANCE1) (Bieri et al., 2004) u HSP90 (HEAT SHOCK PROTEIN90)
(Takahashi et al., 2003). HSP90/RAR1/SGT1 cnocoOGCTByeT CTaOMILHOCTH U MPAaBUILHOMY
cBopauynBaHuio O0eakoB R Bo Bpems aktuBarmu (Liu et al., 2004; Dodds and Rathjen, 2010).
Hpyroii  ¢yHkumoHanmbHeli  Momynb  Bkmowaer EDS1  (ENHANCED  DISEASE
SUSCEPTIBILITY1) (Aarts et al., 1998; Falk et al.,, 1999), PAD4 (PHYTOALEXIN
DEFICIENT4) (Feys et al., 2001) u SAG101 (SENESCENCE-ASSOCIATED GENE101) (Feys
et al., 2005) wu ortBewaer 3a wuHaykuuo HR. O6a wmomyms, HSP90/RARI/SGT1 wu
EDS1/PAD4/SAGI101, cnykaT moCpeIHUKAMH B peaKIUsAX YCTOWYMBOCTH MPOTHUB PA3TUYHBIX

BUPYCHBIX W HEBUPYCHBIX ITATOI'CHOB. ITO MO3BOJACT MMPECAIOJI0XKUTh, YTO PACTCHUA pPa3BHUIIN
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HIMPOKUH CHEKTP YCTOMYMBOCTU K OOJIE3HSIM /171l OTHOBPEMEHHOM 3aIUThHI OT Pa3IMYHBIX THIIOB

IIaTOrCHOB.

[MepBeiM unentudumpoBanubiM reHoM R sBisiercs ren N tabaka Nicotiana glutinosa,
KOTOPBII MpHIaeT YCTOWYMBOCTh MPAKTHYECKH KO BCEM TOOAMOBHpYCaM B pacTEHUSX,
comepxammx reH N (Tobias et al., 1982; Pelletier and Moffett, 2022). benok N oGmamaer
curHatypamu TIR-NB-LRR u wuHaymupyer moOJHYHO YCTOHYMBOCTH K BHpPYCy TabadHOH
mozauku, BTM (Whitham et al., 1994). BTM — sTo0 BHpyC pacTeHHii, KOTOPbI UMEET JOBOJIBHO
LIMPOKUM KpYr XO35€B, B TOM 4MCIIe IpencraBurenn cemerncrsa IlacieHoseie. Ero renom
npeacraBieH onanonenodyeunoit (+)PHK, cocrosmeit n3 ~6400 HT, KOTOpBIA KOAMPYET Kak
MHUHHMYM 4YeThIpe Oenka: aBa Oejka peruiMKaTuBHOTO KoMmiuiekca, 126 x/la n 183 k/la, a Taxxke
Tb u BO (Goelet et al.,, 1982). Kpome Toro, renom BTM comepHuT OTKPBHITYIO pPaMKy
cuntbiBanusi (OPC) s mnpenamonaraemoro ©Oenka wmaccod 54 kJla, poiap  KOTOpOro
HeomnpezaeneHa, u OPC, kogupyromyto 6enok 4,8 k/la, KOTOpbIN BIMSIET HA CUMIITOMATHKY MPH
undexuu (Sulzinski et al., 1985; Canto et al., 2004; Gushchin et al., 2013; Palukaitis et al.,
2024). Benok N siBisercst pakTropoM R, OH OmmocpeoBaHHO B3aMMOJCHCTBYET C XEJIHUKA3HBIM
nomeHoM pS0 perumkazsl BTM, Bbi3biBast yctolunBocTh. OfHAKO, MOJHAsE YCTOHYMBOCTH K
BTM, 3aBucur ot Oenka NRIPL (N RECEPTOR-INTERACTING PROTEINL),
B3aumoeictByromiero ¢ 6enkom N. NRIP1 - ato kodakrop (R-CoF), koTopsiii peKpyTHpyeTCsI
U3 XJIOPOIIACTOB B IUTOIUIA3MY H SIIPO NMPH HATHYUM B KieTke ddexropa pSO0 u Hampsamyro
B3auMoieiictByer ¢ Oenkom ycroiuuBoct N (Caplan et al., 2008). ®dyukiuonansHoCcTs N
Oenka 3aBucuT OT marnepoHoBoro komruiekca HSP9O/RAR1/SGT1 u onuromepuzanuu Oenka Ha
pPaHHUX CTaausAX pa3BUTUsA MH(ekuuu. BzaumozelicTBue manepoHHOro KoMiiekca ¢ 6enkom N
npoucxomuT B 1mmromnazMe, W SGT1 KOHTponHMpyeT ero sAepHO-IMTOIUIa3MaTHUECKOe
pacnpenenenune (Hoser et al., 2013). [NosiBieHue B KJIETKE XEIMKa3HOTO JoMeHa P50 peruinkasbl
BTM npuBoguT k KoH(OpMalMOHHBIM M3MeHEeHUsIM N Oellka U ero OJIMroOMepu3alliy, 4To, B
CBOIO OYepe/ib, ABISETCS HEOOXOIUMBIM Ui MHAYKIUHK ycTtodunBocT K BTM u 3amycka HR
(Mestre and Baulcombe, 2006). Buytpu simpa ©Oemok N B3aUMOICHCTBYeT ¢
TPAHCKPHUIIIIMOHHBIMHA (aKTOPaMHU, MOJIYIUPYS OSKCIPECCHIO TEHOB, CBS3aHHBIX C 3alIUTOM.
[Tpumepom Takoro TpaHckpunuuoHHoro ¢axrtopa sBisercs SPL6 (SQUAMOSA PROMOTER
BINDING PROTEIN-LIKE 6), kotopsriii B3aumoieiictByet ¢ 0enkom N B mpucyrctBun pS0 u
aKTHBHPYET MHOXKECTBO 3alMTHBIX TeHoB (Padmanabhan et al., 2013). SPL6 Taxxe y4acTByeT B
obecrieyeHNH yCTOWYMBOCTH K OakTepuaabHOMYy matoreny Pseudomonas syringae vy

apabumorcuca (Padmanabhan et al., 2013). Takum 006pa3om, MOIYJIAIUS IKCIPECCHN 3alTUTHBIX

16



reHOB, orocpeaoBanHas SPL6, mpencrapisier co0oit emie 0 Hy TOYKY KOHBEPIeHIIMA HUMMYHHBIX

OTBETOB Ha BUPYCHBIE U HEBUPYCHBIE IIATOI'€HbI, MHAYLIMPYEMBIX Avr-R B3auMOAeCTBUSIMM.

I'en N' Nicotiana sylvestris kogupyer ummynsbiii penentop tuna CC-NB-LRR, koTopsrii
uHaypyeT HR 1 npupaer ycToYMBOCTh K Pa3iIMuHBIM TOOAMOBUpYCaM, pacro3HaBas 0eJloK
o6omouku (Culver and Dawson, 1989; Saito et al., 1989). I'en N' o6GecrieunBaeT yCTOMYHUBOCTD K
ToMV, Bupycy msarkoi kpamdatoctu nepra (PMMoV) u BupyCy KOpUYHEBOH MOPIIMHUCTOCTH

mwiog0B TomaroB (TOBRFV) (Sekine et al., 2012; Pelletier and Moffett, 2022).

Tm-2 u Tm-2% — xBa amienst OQHOTO T'eHa, KOTOPbIe KOAUPYIOT Genkyu kiacca CC-NB-
LRR (Lanfermeijer et al., 2005). O6a amiens Obuld OOHApy)XEHbI B JAMKOPACTYIIEM TOMATe
Solanum peruvianum u BBeIeHBI B KYJIbTHBHPYEMBIC copTa. TM-2 u Tm-2? MPUAAOT
yCTOWYMBOCTh K ToOamoBupycam, Bkiarouas BTM u ToMV, pacnosuaBas Th (Pelham, 1966;
Weber and Pfitzner, 1998; Lanfermeijer et al., 2003). Tm-22 takke NpHgaeT yCTOMNIUBOCTD K
BUpYCY Kpamyaroil Mo3auku Tomara (TOMMYV), ata ycTOWYMBOCTh MPOSBISICTCS IPU aJUICIBHBIX
KOMOHMHAIMSIX: TOMO3HroTHOCTH TM-2°Tm-22 1 rereposurorHoctr TM-2Tm-22, Ho me tm-2Tm-
2%, a TaKKe 3aBUCUT OT temmepatypsl (Tettey et al., 2023). Tm-2? pacnio3HaeT N-TepMUHAIbHBII
nomeH Th u accoruupoBan ¢ [1IM, xoTs cam Oenok He 001a1aeT TpaHCMEMOPaHHBIMU JIOMEHAMHU
(Chen et al., 2017). B npucyrcreuu Bupycroro TB mporcxoaut aktuamms Tm-22 3a cder ero
camoaccormarmu (Wang et al., 2020). Cra6mismocts Tm-2° saBucur or SGT1 u Hsp90,
KOTOpBIE CIyXaT MOCpeAHMKaMH B peaknusax ycronumBoctd (Liu et al., 2004; Dodds and
Rathjen, 2010; Qian et al., 2018). YcroidnBOCTh, OMOCPEIOBAHHAS Tm-22, 3aBUCUT OT €ro
YPOBHS SKCIIPECCHH: BBICOKHE YPOBHH IKCIPECCHU UHAYITUPYIOT YKCTPEMAITbHYIO YCTOHYUBOCTh
0e3 KaKoi-TnO0 BUIUMON CUMIITOMATHKH, CPETHUE YPOBHU 3aITyCKAIOT TIOJHYIO YCTOHYHBOCTS,
compoBokaaeMyro HR; mpu HH3KMX YpOBHSX TPOUCXOAMT 4YACTUYHAS YCTOHUYUBOCTH,

COMPOBOXKIaeMasi CHCTEMHBIMH HEKpO3aMu 110 BceMy pactenuio (Zhang et al., 2013).

I'en Rx1 xaprodens npencTaBiseT elle OWH JeTalbHO U3y4eHHbIH npumep R dakropa,
MHAYLUUPYIOLUIUI SKCTpeMaibHyl0 ycToumBocTh K X Bupycy kaprodens (XBK). XBK -
pacnpoCTpaHEHHBII BHPYC HSKOHOMHYECKH 3HAYMMBIX pacTeHUi cemeiictBa IlacimeHoBbie,
umetoruii (+)PHK-renom (Huisman et al., 1988). B ortiuune oT apyrux MMMYHHBIX peakiuid
YCTOMYMBOCTH, 3Ta Upe3BblUaiiHasg ycTOWYMBOCTH He cBA3aHa ¢ HR B mecTe mHunmposanus, a
CKOpee CBsi3aHa C paHHHM IPEKpaIIeHHEM HAKOIUICHUS! BUPyCa B TIEPBUYHO MH(PHUIIMPOBAHHOH
KJIETKe yepe3 kieTouynyro rudens (Bendahmane et al., 1999). Benok Rx otHOcuTCs k R Genkam ¢
nomeHamu CC-NB-LRR, ero ¢axropom Avr ssusercs BO XBK, pacmno3naBanue KOTOporo

NpoUCXOIUT mpu ydactuu kKodakropa RanGAP2 (Ran GTPase-activating protein 2). RanGAP2
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KOHTPOJIUPYET SIEPHO-LIUTOINIA3MAaTUYECKOE pacipeneieHne Rx U ero oJuroMepusaiuio
(Tameling et al., 2010; Hao et al., 2013). Cuuraercs, uto RanGAP2 neiictByer kak
uToruiazMatuaeckuit hakrop yaepxkanus Rx. BO XBK pacno3naercss B IuTO30I1€, U mepegayda
CUTHAJIOB TaKXXe aKTUBUpYeTCs B A3ToM KommapTmeHTe. Konuentpamuss Rx B 1muTo3one
nocpeacTBoM cBepxakcnpeccuu RanGAP2 ycunnBaer nepenady CUTHAJIOB YCTOMYUBOCTH, TOT 1A
KaK KOHLIEHTpanus RX B siipe mocpencTBoM B3auMOJEHCTBUS ¢ XUMepHOH Bepcuert RanGAP2,
coJepKalleil CUTHAJl SACPHOH JIOKAIM3alui, MHIHOUPYET Nepefady CUTHAJIOB YCTOHMUMBOCTH
(Slootweg et al., 2010; Tameling et al., 2010). SxepHo-nKTOMIaA3MATHYECKOE pacIpeeIeHue
Oenka Rx Ttaxxke koHTposimpyercs 6enkoBeiM Moayiaem HSP9O/RAR1/SGT1 (Slootweg et al.,
2010; Hoser et al., 2014), a ero HamuuMe Kak B SApe TaK M B IMTOILIA3ME SBIISCTCS
HEOOXOJMMBIM YCIOBHEM JUIsI pacro3HaBaHus (akropa Avr M 3alycka MOJHOLEHHOTO
uMMmyHHoro otBera Ha XBK. Kak mnpu ycroitumBoctu, mHAyuupoBaHHOM RX, Tak u mnpu
yCTOHYMBOCTH, UHAYLMpoBaHHON N, 0enok R akTHBUpyeTCs B IUTOIUIa3Me, OJJHAKO MOJIHAS €ro
(GYHKIMOHATBHOCTh 3aBHCUT OT (i) €ro pacmpeieneHus MEXIYy SAPOM U HUTOIIa3MoH, (ii)
neiictBust koakropa u (iii) manepoHoBoro Moayist. Takum obpa3om, 00a KIETOYHBIX (aKTopa,
Rx u N, uHAyIupyroT 3amycK MMMYHHOTO OTBETa MO JOMHHAHTHOMY MEXAaHHM3MY 3allUTHI.
MHo>xecTBO aHanmorn4yHbix npuMepoB R daktopoB ¢ nomenamu tuma NB-LRR, nefictByromue
110 IOMUHAHTHOMY MEXaHU3My UMMYHHOM 3alllUThl ONMCaHbl HA JAHHBIII MOMEHT. DTH PUMEPDI
WUTIOCTPUPYIOT KOHCEPBATHBHOCThH JaHHOrO 3ammrHoro mexanusma (Mandadi and Scholthof,

2013; Calil and Fontes, 2017; Gouveia et al., 2017).

OxapakTepr30BaHO HECKOJIbKO T€HOB YCTOMUMBOCTH, IEHCTBYIOIIMUX MO JOMHUHAHTHOMY
MEXaHHU3My, KOTOpbIE KOIMPYIOT Oenku kKiacca, otiuunoro ot NB-LRR (Mandadi and
Scholthof, 2013; Gouveia et al., 2017; Wu et al., 2019). OGHapyxeHO, YTO 3TH OEJIKH
(GYHKIIMOHHUPYIOT KaK CEHCOPBI BUPYCHON MH(EKITUHU, HO HE UHAYIIUPYIOT TUITHYHBIC 3aIUTHBIC
peakuun ETI, takme xak HR wnnm knerounas cmepts. B cOOTBETCTBMM € COBPEMEHHBIMHU
NPECTAaBICHUAMU O CTPYKTYpE U GYHKLUHU 3TUX OENKOB, psiA pabOT OMUCHIBAIOT UX B KOHTEKCTE
ummynHoro otBeta ETI (Gouveia et al., 2017), apyrue ucciaeqoBaHust MPEACTABISIOT 3TH OEIIKH
kak uHaynupyronme PTI (Wu et al., 2019). Heckonbko JieT Ha3zaj KiIace 3THUX KIECTOYHBIX
(GakTOpoB MONY4YMST Ha3BaHUE «OEJIKM AaTUIUYHONW JIOMHUHAHTHON BHUPYCHOM YCTOWYMBOCTH
(ADVRP, Atypical Dominant Viral Resistance Protein) (Wu et al., 2019). Ogaum 13 npuMepoB
Takux OETKOB SBJSETCS BBIMICYNOMSHYTBI TeH TomaTa IM-1, koTopelii oOecmednBaeT
ycToiuuBocTh K ToOamoBupycy ToMV. Tm-1 cBszbiBaeTcs ¢ 6enkamu perukanuu ToMV u
UHTHOHMpYeT pazMHOKeHHe ToMV, Kak cuuTaeTcs, He BbI3bIBasi IMMYHHOTO OTBETA: CBSI3bIBAHHE

Tm-1 ¢ Genkamu perummkauu ToMV HHrHOMpYeT perIMKanuio U cOOpPKY PerUIMKallMOHHOTO
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KoMILIeKca Bupyca Ha memOpanax (Ishibashi and Ishikawa, 2013, 2014). Ipyrum npumepom R
6enkoB, He oTHocsmuxcs K NB-LRR, sBnstorcs cencopubsie Oenku Ty-1 m Ty-3 Tomara,
KOTOpBIE NMPUAAIOT YCTOMYMBOCTh K BUPYCY K€ITOM KypuaBocTH JincTheB Tomara (TYLCV).
I'enpl Ty-1 u Ty-3 aBisitoTCA QJIEIBHBIMY, A JIMHUM, SKCIPECCUPYIOLINE 3TH I'€HbI, IPOSBIISIOT
YCTOMUMBOCTh K FTEMUHMBHpYCaM. MexaHU3M JIeHCTBUS CBsI3aH C MHYKIMENH TPOTUBOBUPYCHOM
PHK wuHTepdepeHnMM W yCWICHHBIM IIO/IaBJICHUEM TPAHCKPHIILUH, IOCKOJIbKY B TaKUX
pacTeHHsIX TMOBBIIIEH ypoBeHb Manbix uHTepdepupyromux PHK (siRNA), a mpomorop rena

6enka o6o10uku V1 TYLCV runepmerunupoan (Verlaan et al., 2013; Butterbach et al., 2014).

[ToMuMO BBILICYHOMSHYTHIX (PaKTOPOB YCTOWYMBOCTH, B 00ECIIEYEHUH PE3UCTEHTHOCTH K
BUpyCaM YYacTBYIOT M Jpyrue OeiKu pacTeHHs. JIeKTHHOBBIC OENKU SBISIOTCS HOBBIMU U
UHTEPECHBIMH OCIIKaMH, OIOCPEIYIOUIMMU HMMYHHBIC OTBETBl. Y IKMBOTHBIX JICKTHHBI
AKTHBUPYIOT UMMYHHBIC PEaKIIUH MMPOTHB PA3JIMYHBIX NaTOreHOB. OpeeeHHbIC JCKTUHOBbIC
pelenTopsl, Takue Kak JekTuHbl Tumna C, pacrosHarot rpudkossie PAMP (Willment and Brown,
2008). B pacTeHHsX JIEKTHHBI CBS3BIBAIOTCS C MOJCKYJIaMH MOHO- HJIHM OJHIOCAaXapHUJIOB,
OTJIMYas YTJIEBOJIBI COOCTBEHHOTO MTPOUCXOKICHHUS OT YyKEPOIHBIX. A HICHTU(UKAIIUSA CTpecC-
MHIYIHOCIBHBIX PACTUTENBHBIX JIEKTHHOB JIeJaeT KJIacC 3TUX OENKOB NPUBJICKATEIBHBIM IS
U3y4CHUS MX CBOMCTB B KOHTEKCTE B3aMMOJICHCTBHI pPACTCHHE-TIATOTEH M AaKTUBAlUU HX
9KCIpeccur B OTBET Ha araky martoreHa (Van Damme et al., 2004). Hanpumep, JTeKTHHBI
0000BBIX C BBICOKHMM CPOACTBOM CBSI3BIBAIOTCSI CO CHENM(PUYSCKHUMHU TeNTarIroKO3UIaMu
Phytophthora sojae, kotopsie mpeacTaBisatOT co00# crienupuIecKuii MOJCKYJISPHBIA MaTTEPH,
PAMP, u 3amyckator 3ammtHbele peakuuu (Mithofer et al., 2000; Fliegmann et al., 2004). B
apabunornicuce oOHapyxeH JeKkTHH kakamuHoBoro tuma RTM1 (RESTRICTED TEV
MOVEMENT1), xoTopblit 00ecreunBaeT yCTOWIMBOCTh K BUPYCY IpaBUpOBKH Tabaka (Tobacco
etch virus, TEV), Gnokupys €ro CHCTEMHBIA TpaHCIOPT. AVI nerepmuHanTod i RTM1
cuntaetcs 6enok 06omouku, xotst BO TEV He riuko3uanpoBaH, U JaHHOE B3aUMOJICHCTBUE, 110
BCEH BHIMMOCTH, MPOMCXOMUT HPH y4acTHH JAPYrux kieTouHbix ¢akropos (Chisholm et al.,
2000; Sofer et al., 2017). [Ipyroii JeKTHH *KaKaluHOroBo Tuma, JAX1, npumaer ycToHInBOCTh K
notekcBupycam XBK, Bupycy mozamku mnopopokHuka asuatckoro (Plantago asiatica mosaic
virus, PLAMV), Bupycy mo3auku 6enoro kinesepa (White clover mosaic virus, WCMV) u Bupyc
acmaparyca 3 (Asparagus virus 3, AV-3) (Yamaji et al., 2012). Xots JAX1 u RTM1 sBnsrotcs
ONM3KOPOACTBEHHBIMU  JICKTUHOBBIMH ~ OC€NTKaMH, OHH  TPHJIAIOT  pPa3iH4yHbIE  (OPMEI
ycroiunBoctu: JAX1 (QyHKIMOHUpYET HAa KIETOYHOM YpPOBHE, MHTHOMPYS PEIUIMKAIUI0 B
ciyuae motekcBupycoB (Yamaji et al., 2012), a RTM1 HHruOupyer CHCTEMHOE IBHXKCHHE

notuBupyca (Chisholm et al., 2000). O6a 6enka, JAX1 u RTM1, sBustorcs R Genkamu, KoTopbie
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OTHOCSITCSI K HOBOMY IyTH WMMYHHOTO OTBeTa, omocpeayemoro yektuHamu, LMR (lectin-
mediated resistance). B oTimume oT ycroitumBOoCTH, 3amyckaemoil R Genkamu, o0mamaromuMu
nomeHamu NB-LRR, LMR ne BbzsiBaer HR u SAR, a Takxke ne umsmensier ypoBuu CK,
nepegavyy CUTHajJOB WJIU APYTrUe TUIHYHbIE U3MEHEHHS SKCIPECCUU 3alIUTHBIX M€HOB, OOBIYHO
HaOJIr0IaeMble MPH peaknusx uMMyHHOU pesuctentHoctd (Yamaji et al., 2012). Bepostho,
MMMYHHBIN OTBET 10 Tuny LMR mpoucXoauT 1o mnoka enie He BBISIBICHHOMY MOJIEKYIISIPHOMY

MexaHusmy BupycHoro ETL

B pesyabrare uccnemoBanus mporeoma smctheB N. benthamiana, wnduimpoBanHbIx
BTM, Obu WACHTH(QHUIMPOBAHBI HECKOJIBKO KJIacCOB OEJIKOB, KOTOPBIE YYacCTBYIOT B
HaAyYabHBIX CTaIMsIX MPOTUBOBHPYCHBIX MMMYyHHBIX oTBeToB (Caplan et al., 2009). ABropsl
MOKa3aJM HaKOIUICHHE IMToruIazMaTudeckux manepoHos HSP90, SGT1 u HSP70, xotopsie
y4acTBYIOT B 3amycke ET| u perynupyroT akTHBHOCTh HIMMYHHBIX penentopoB R, Bkirouas N
(Liu et al., 2004), kak ynoMUHAJIOCh BbIlie. BosbIIoe KOJHUECTBO OEIKOB, OOHAPYKEHHBIX B
UCCIIC/IOBAaHUH, OTHOCHTCS K OCJIKaM, BOBJICYCHHBIM B MPOU3BOJACTBO M MOIYJISAIUIO
LUTOIJIA3MAaTUYECKUX U XJIOPOIUIACTHBIX YpOBHEH akTUBHBIX (opm kucinopoga (ADPK).
JeiictBuTenpHo, mnpou3BoaAuMble XJoporuiactaMu A®K wurparoT KpUTHYECKYIO poOJib IpU
sanycke HR, wunaymupyemoit BTM (Liu et al., 2007). ITomumo BblllieyKa3aHHBIX OEJIKOB,
UCCIIC/IOBAaHUE TI0KA3aJI0 POJIb PE3UJCHTHBIX IIAEPOHOB IHIOIUIA3MATHYECKOTO PETHKYIyMa
(OP) B N-onocpemoBannom HR. Ortor knacc OenkoB Bkmoumwin PDI (protein disulfide
isomerases), ERp57, P5, CRT3 (calreticulin 3), GRP78 (glucose regulated protein 78) u BiP5
(luminal-binding protein 5) (Caplan et al., 2009). IllaneponHbie KOMIIEKCHI DP y4acTBYIOT B
00pa30oBaHUM JUCYIBGUIHBIX CBA3EH MEKAY IIMCTEMHAMHM, YTO YAcTO SIBIISETCS JTUMUTHPYIOIIEH
CTaJueil CBOpaYrBaHUs OEIIKa, MPOXOASIIETO TPAJAUIMOHHBINA ITyTh BHYTPUKIETOYHONW CEKPEINU
(Hatahet and Ruddock, 2007). benku mia3zmatudeckoil MeMOpaHbl U CEKpETHPYyEeMbIe OCIKH, a
TaKkke OCJKW, HaXOAAIIMeCs B KOMIAPTMEHTaX »SHAOIUTAPHBIX W DK3OIMTAPHBIX IyTeH,
CBOpauuBaloTCcs U onuromepusytorcs B OP. Takum oOpazom, OP sBisercss B HEKOTOPOM poje
«pabpukoii» mo «ykmaake» oOenkoB (Christis et al., 2008). Eciu Oenok He cBOpauuBaeTcs
JIOJDKHBIM 00pa3oM, OH yIaJseTcsl ¢ TIOMOIIbI0 MeXxaHu3Ma DP-accolmupoBaHHON Jerpataliu
(ERAD, Endoplasmic reticulum (ER)-associated degradation) (Anelli and Sitia, 2008). Beictpoe
HAaKOIUIEHHEe B WH(UIIMPOBAaHHBIX TKaHSAX IIANEPOHOB MpEAIoiaraeT, 4ro IanepoHsl OP
(GYHKIIMOHHPYIOT Ha paHHUX cramusx BupycHoro ETI. A wHapymenue QyHKIMH OEIKOB,
00eCTIeYnBarOIINX CEKPETOPHBIN MyTh, HAPYIIAET CEKPEIMIO KIETOUYHBIX OCJIKOB, B TOM YHCIIE U
MeMOpPaHHBIX PEIENTOPOB, YIACTBYIOIIUX B MATOTEHE3€, YTO MPUBOIUT K CHUKECHHUIO JIOKATHHON

u cuctemHoi pesuctentHoct (Wang et al., 2005; Caplan et al., 2009).
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B coBokynmHOCTH TE€HBI YCTOMYMBOCTH R, OCOOCHHO T€, KOTOpBIE KOIUPYIOT OEIKH-
peuentopsl ¢ gomeHoMm Ttuna NB-LRR, wurpator KoHCEpBaTHBHYIO pOJIb B DPACTCHUSX,
oOecnieunBasi 3alUTy KJIETOK OT pa3JIMYHbIX BUPYCHBIX U HEBUPYCHBIX IIATOTEHOB U
PE3UCTEHTHOCTh K Oose3HsM. bosee Toro, oOmmii mMexaHusMm pacno3HaBaHus OesnkoB R u
(bakTOopoB Avr CX0X A1 BUPYCHBIX U HEBUPYCHBIX IATOI€HOB, Ipu 3ToM Kodakropsl R-CoF
UTPAIOT PEUIAIONIYI0 pOJib B YIPaBICHUW U MOAYJSIIMM B3auMOJECHCTBUS Avr-R, B KOHEUHOM
utore, aktuBupyst HR u pesucrentHocts. X0TS npeoOnajiaroiue peakiuyd IpOTUBOBUPYCHOM
PE3UCTEHTHOCTH ONOCPEAYIOTCSl JOMUHAHTHBIMM IFeHaMu R, npyrue kieTouyHble ONKH, Takue
Kak KogakTopsl R, (akropbl MHMLIMALIMKM 3JIOHTalMM, XJIOPOIUIACTHBIE OeNkH, marnepoHsl OP,
KaJIbPETHKYIMHb W JICKTUHOBBIE O€JKH, TaKKe BIUSAIOT HA YCTOHYMBOCTH PACTEHHUS K

Pa3IMYHBIM BUPYCHBIM HH(EKIHSM.

Bupycusrii PTI

BpoxneHHble 3alUTHBIE PEAKIMH PACTCHHM AaKTUBUPYIOTCS TIPU  BOCHPUSITUU
koHcepBatuBHBIX PAMP/MAMP, koTopble mpeacTaBisiioT co00il KOHCEPBAaTHBHBIE MOTHUBBI,
IIPOM3BOJMMBIE [TATOT€HAMHU, a TaKXkKe 3HJI0reHHbIX Mosiekyl DAMP, BbliensieMbIX X035MHOM BO
BpeMs aTaku maroreHa win nospexiaeHus (puc. 1) (Macho and Zipfel, 2014). O6uapyxenue
paznuunbix PAMP/DAMP ¢ nomoripio cootBercTByonmx PRR 0GenkoB Ha Mia3MaTHYeCKOn
MeMOpaHe aKTUBUPYET CHTHAJIBHBIE KAacKaJbl, YTO MPHUBOAUT K TPAHCKPHUIILIMOHHBIM U
(U3MOTIOTHUECKUM  U3MEHEHHSIM B KJIETKAaX-X035€BaX,  KOTOpble  MPEIOTBPAIIAIOT
uHdupoanne u ycranasimusaroT PTI (Jones and Dangl, 2006; Macho and Zipfel, 2014;
Bartels and Boller, 2015). V pacrennii 6enku PRR mpenacraBieHbl perenTopornofo0HbIMU
kuHazamu RLK (receptor-like kinase) u perentoponogoousiMu 6ekamu RLP (receptor-like
protein), pacroyioKEHHBIMU Ha TIOBEPXHOCTH KJIETKH, IIPH 3TOM 00a THIA PEIENTOPOB TPEOYIOT
NPUCYTCTBUS KOpeuenTopa st GOPMHUPOBAHUST aKTHBHOTO KOMIUIEKCAa M MHUIHAINHU TIepelaun
curHanoB (Zipfel, 2014; Machado et al., 2015; Boutrot and Zipfel, 2017). Hau6onee
oXapakTepu3oBaHHBIMU Kopeuentopamu PRR  sBnstorcss unensl mnoncemeiictBa LRR I
cynepcemeiictBa RLK (moacemeiicteo LRRII-RLK). B renome apabumoricuca 3To ceMencTBO
npezacrasieHo Tpems kiaacrepamu: SERK1-5 (SOMATIC EMBRYOGENESIS RECEPTOR
KINASES), knacrep LRR-RLK ¢ neusectHoii ¢ynkimm u kimacrep NIK1-3 (NUCLEAR-
SHUTTLE PROTEIN-INTERACTING KINASES) (Zhang et al., 2006; Sakamoto et al., 2012).
Kunaza SERK3, xoropast Taxxke HasbiBaeTcsi BAKL (BRASSINOSTEROID INSENSITIVE 1
(BRI11)-ASSOCIATED KINASE 1), siBnsiercss HanboJiee XOpoIo 0XapaKTeprU30BaHHBIM YICHOM
noacemeiictBa SERK. SERK3 ¢ynknuonmnpyer kak xoperentop Heckoinbkux PRR, Takux kak

FLS2 (FLAGELLIN SENSING 2), EFR (ELONGATION FACTOR-thermo unstable (EF-Tu)
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receptor) u PEPR1 (PEPL receptor 1), koropsie BoctipuaumaroT crenuduyeckue PAMP/DAMP
¥ 3aIyCKalOT WK ycuinuBaroT Oakrepuanbubiil/rpuokoBeiii PTI (Chinchilla et al., 2007; Heese et
al., 2007; Roux et al., 2011; Wang et al., 2014b). IIpu Bocnpusituu PAMP FLS2 u EFR
00pa3yroT IUraHa-uHAyIMpoBaHHbil komiuieke ¢ SERK3/BAKI, 4ro mpuBOguT K OBICTPOMY
dochoprnrpoBaHnio 000X OCITKOB W aKTHBAIIMM MMMYHHBIX OTBETOB, TAKHX KaK aKTHBAIUsS
MUTOT€H-aKTUBUPYEMOIO  IpOoTeMHKMHa3Horo  kackaga (MAPK), TpanckpununoHHoe
perporpaMMHpOBaHKE 3alUTHBIX T€HOB, CBsi3aHHBIX ¢ matoreHe3oMm (PR, pathogenesis-related
genes), mpoaykuun A®DK, cuHTE3y W OTIOXKEHHIO Kao3bl B miazmoxecmax (ITJ1) u
yKperuieHuio kiaerounoii crenku (Kadota et al., 2014; Li et al., 2014; Macho and Zipfel, 2014;
Couto and Zipfel, 2016; Tang et al., 2017). B psine cinyuaeB aktuBamnus PTI npuBoaut k
TUIIEPYYBCTBUTEIBHONW PEAKIMM U 3alIPOrPaMMUPOBAHHOMN KJIETOYHOH rmOenu, BOZHUKAIOIIEH B
KJIETKaxX B MecTe MH(EKIUU U BBI3bIBAET ITUCKpeTHbIe HekpoTtudeckue marHa (Coll et al., 2011).
B Hactosiiiee Bpemsi WACHTUQUIIMPOBAHO M OXapaKTEpU30BaHO Oojbimoe koiaudecTBO PRR

pacrenuii u coorBercTByrommx uM PAMP (Boutrot and Zipfel, 2017; Tang et al., 2017).

Hecmotps Ha maccy 3HaHuil o PT| pacTenuii npoTUB HEBUPYCHBIX [TATOT€HOB, MAJIO YTO
u3BecTHO O PTI mpoTuB (UTOBHPYCOB, MOCKOJIBKY HCTOPUYECKH OHU pPAcCMaTPUBAIHMCH Kak
narorensl, He koaupyromue PAMP (Mandadi and Scholthof, 2013). Tem He MeHee, uMerOTCs
nansble, yto PTI Takke urpaer BecoMyro posib BO B3aMMOJAEHUCTBHUSX pacTeHUIl U BUPYCOB.
Hampumep, mytanThl apabumoricuca mo kopenentopabiM kuHazaM SERK3/BAK1 w/mmu SERK4
(traxke HaszbiBaeMas BAKI1-LIKE, BKKI1) mposiBisiiOT MOBBILIEHHYIO BOCHPUUMYHBOCTH K
pazmunuabiM PHK-Bupycam (Yang et al., 2010; Kerner et al., 2013). Ananoruuso, HOKIayH
HKCIPECCUM TeHa Mepla, KOJUPYIOIEro TpaHcMeMOpaHHylo pernentopHyio kuHazy CalecRK-
S.5 ¢ nextuHOBBIM JOoMeHOM L-Tunma Ha N-koHUE Oenka, MNPUBOJUT K IOBBIIIEHHOU
BOCIIPHMMYHMBOCTH TI€pIla K HECKOJBKHMM HEBUPYCHBIM M BHPYCHBIM MATOT€HaM, BKJIOYAs
tobamoBupycsl BTM u PMMoV. bonee Toro, npeasapurenbHas o06padoTka B-aMUHOMACISHOM
KUCIIOTOM, XumuueckuM wuHAyKTopoM wnmmynutera (Wu et al., 2010), BoccraHaBimBaer
YCTOWYHUBOCTE K O0JIe3HsAM y pactenuii ¢ caiencuarom CalLecRK-S.5 (Woo et al., 2016). Eme
OJIHO JI0Ka3aTelbCTBO CylllecTBOBaHUs BUpYcHOro PTI y pacTenuil mpoaeMOHCTpUPOBAHO IIPU
sk30oreHHOM mnpumeneHun asyxinenodeyHoir PHK (auPHK), koropass mpeacrasisier coboit
xopoino uzydenHsli PAMP B nporuBoBupycHOM nmMmyHHTeTe *)HBOTHBIX (Alexopoulou et al.,
2001; Yoneyama et al., 2004). O6paboTka pacrenuii muPHK, ounmenHol n3 nHPUINPOBAHHBIX
BUPYCOM pacTEHHWH WJIM CHHTE3MPOBAHHOW IN Vitro, 3amyckaer TunuuHble peakiuu PTI y
apalujoricuca, KOTopble 3aBUCAT OT MeMOpanHoro kopenentopa SERK1, Ho UMMyHHBII OTBET

IPOHCXOIUT HE3aBUCUMO OT KJIeToYHOro 3amuTHoro Mexanumsma PHK unteppepennnu (Niehl et
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al., 2016). B COBOKYIMHOCTH, CUMTAETCS, 4TO, BEpOATHO, H0bas auPHK, curtesupoBanHas in
VItro wim BHUpPYCHOTO NMPOUCXOXAeHHs, HHAyIHpyeT peakuuto otBera PTI (Kerner et al., 2013;
Niehl et al.,, 2016; Huang et al., 2023). HemaBHo ObL1 NPOACMOHCTPHUPOBAH MEXAHHU3M
npeonosnierns nmporuBoBupycHoro PTI. Bo-niepBoix, momu(1:C) u Bupycnas nuPHK unaynupyror
PTI u akTHUBUPYIOT OTJIOXKEHHS KajI0O3bl BOKPYT IJIa3MOJIECM, YTO MPUBOAMUT K OrPaHUYCHHIO
MEKKJIETOYHOTO TPaHCIIOpTa BHpyca BO Bpems uH(pekuuu. Bo-Bropsix, Th ToOamoBUpYCcOB
BTM, Bupyca mo3auku parca (Oilseed rape mosaic virus, ORMV) u Bupyca mpocBeTICHHUS
)uitok TypHerica (Turnip vein-clearing virus, TVCV) B3auMOAEHCTBYIOT C KOMITOHEHTaMH
CUrHaJbHBIX nyTed, nHaynupyeMbix AUPHK, ¢ nenbto muaktuBanuu PTI u npenoTBpamieHus
«BaKpBITUS» IIA3MOJIECM Ha TepenHeM (poHTe o4ara WHQEKIHH, YTO, B KOHCYHOM HTOTE,
NPUBOJIUT K «OTKPBHITHIO» TUIA3MOJIECM U pacrpocTpaneHuio nHdekuu no tkanu (Huang et al.,

2023).

Taxxe mokazano, uro bO BTM u XBK moryt Bb3biBath PTI-mogoOHbIe peakuuu y
tabaka u apabumoncuca, coorBerctBenno (Allan et al., 2001; Perraki et al., 2018). besoxk
000JIOYKH BHUpyca SBISCTCS BHCIIHMM KOMIIOHGHTOM BCEX BHPYCOB, CIHOCOOHBIM
KOHTaKTHPOBaTh C IMOBEPXHOCTHIO PACTUTEIBHON KJIETKH BO BpeMs MHBa3WH. TakuM o0pa3om,
BO3MOXKHO, 4TO BUpYCHbIH PTI 3amyckaercs HEM3BECTHBIMU 3JIEMEHTaMH, MPOUCXOISAIIUME H3
BO BupyCOB, WM TPEXMEPHOH CTPYKTYpOH BHPHOHA, KOTOPHIE PACHO3HAIOTCS KaK BHPYCHBIC
PAMP. lpyroit npumep crpareruu nporuBojeiictsus BupycHoMmy PTI peanusyercst Bupycom
ocobl ciauBbl (Plum pox virus, PPV): BO storo notuBHpyca MOAaBiIsSeT UMMYHHBIC PEaKIlHH,
TaKWe KaK OKUCIUTEIbHBIA B3phIB U nponykuuio ADK, n skcnpeccuto MapkepHbIX reHoB PTI
npu 3apaxennu apadbunorncuca (Nicaise and Candresse, 2016). ABTOpbI 00BSCHSIOT 3TO T€M, YTO
BO PPV Benmer cebsi kak (akTop BHUPYICHTHOCTH M, TaKUM OOpa3oM, MPOTHUBOJIECHCTBYET
GyHKIMSIM (aKTOPOB, 3aNyCKAIOIIUX UMMYHHBIC OTBEThL. B COBOKYITHOCTH pPa3BHTHE CTPATETHIt
UH(UIMPOBAHUS M 3AIIUTHI — 3TO BEChbMa JUHAMUYHBIC MPOILECCH C TOUKU 3PCHHUS DBOJIOLUH
KaKk Il HEBHPYCHBIX TAaTOTeHOB, TaKk M Juis (uToBUpycoB. CylIecTBYIOT yOenUTEIbHbIC
JI0Ka3aTeIbCTBA TOTO, YTO IIOCIEIHHE TAaK)KE BITMCHIBAIOTCS B 3HMI3arooOpasHy0 MOJEIb
COBMECTHOTO pPa3BUTHSl CTpPATErMii BPOXICHHOTO HMMMYHHTETa PACTEHHH M MAaTOTCHHOCTH
uHdekunonnbix arentoB (Jones and Dangl, 2006). Tem He wMeHee, BupycHbie PAMP,
pacturenbHbie PRR, KOTOpBIE X BOCIPHHUMAIOT, H KOMIIOHEHTHI KJIETOYHOW CHUTHAJIM3AINU B

HACTOAIICC BpCMA BCC CIIC €/IBA YIIOBUMBI.

23



IIporeacomuas aerpagauus

YoukBuTHH-3aBUCHUMasi mpoTeacomHas cucrema (UPS, ubiquitin proteasome system)
UTPaeT LEHTPAIbHYI POJb B IIMPOKOM CHEKTpe (YHIaMEHTAIBHBIX MPOIECCOB PACTECHUH,
BKIIOYAs JICTPAJaldio ¥ (QYHKIMOHAIBHYIO MOIU(HKAIMIO KJICTOYHBIX OCJIKOB, a TaKKe
nepeaayy CHrHalIOB B OTBET Ha aOMOTHUYECKHEe M Omortmyeckuwe crumyisl (Sadanandom et al.,
2012; Luo, 2016). YOUKBUTHHUpPOBAHHE — 3TO MHOTOCTajJHiiHAs (EepPMEHTATUBHAS pPEaKIUsS
npucoequHenuss youksutuHa (Ub) k Oenkam-mumieHsM. JlaHHas peakiusi HadMHACTCS C
npoteosinza mnpenmectBeHanka Ub ¢depmentamu El, aktuBupyrommmu Ub, B pesyibrare
KOTOpoH oOpaszyercs mnpomexyTrounblid mnpoaykt EI1-Ub. 3arem aktuBupoBanHbii Ub
nepeHocutcst Ha Ub-konbtorupyromme ¢epmentsl E2. Ilocme wero Ub mnepenocurcs ¢
npomexxyrounoro komriekca Ub-E2 na Oenku-mumenn ¢ nomoinsto yuras E3. E3-yOukButun-
JIMra3HbIe KOMIUIEKCHI Crielin(pUYecKr YOUKBUTUHUPYIOT KIICTOYHBIC OCJIKM M HATIPABJISIFOT UX HA
nerpaganuio B nporeacomy (Hua and Vierstra, 2011). Mexanusm UPS umeer periaroriee
3HAUEHUE JUII TOMEOCTa3a KJICTOYHBIX OCJIKOB M y4YaCTBYEeT NOYTH BO BCEX KIIETOYHBIX
mporeccax, a TakkKe MPUHUMACT yJacTHEe BO B3aUMOJICHCTBUN BUPYC-XO3SIMH MOYTH HA KaXIOM
3Tare MPOTUBOBHPYCHOM 3alllUThI, KaK y pacTeHui, Tak u y kuBoTHbIX (Gao and Luo, 2006;
Citovsky et al., 2009). B cBow ouepeab, BUPYChl Pa3BHIM MHOKECTBO CTPATETHH, YTOOBI
Bo3zelicTBoBarth Ha mporeccel UPS (Luo, 2016). Takum o0pa3om, MEXaHH3M MPOTEACOMHOMN
JEeTpaJiallid BO B3aWMOJICHCTBUSAX BHUPYC-PACTCHUE HCIIONB3YeTCS KaK 3alllUTHBIA IMPOTUB

nH(]EKIMU, Tak 1 00€CTIeUNBAIOIINI BUPYJIECHTHOCTh MTAaTOTEHA.

SApxuii mpuMep ydacTus MexaHU3Ma IIPOTEACOMHOM JErpajallii B IPOTHBOBUPYCHOM
3alUTe MPOWUTIOCTPUPOBaH B paboTax Ha Tabakax ¢ N-omocpenoBaHHOH yCTOWYMBOCTBIO K
BTM. benokx SGT1, KOTOpBIN ABJIAETCSA YaCThIO BBILIEYIOMSIHYTOIO IIAIIEPOHHOIO KOMILIEKCA
HSP90/RAR1/SGT1, moxynmupyromiero ¢pyaknuto N reHa, acCOMUPOBaH ¢ KOMIOHeHTamMu E3-
youkButuH-murasel (Liu et al., 2002; Hoser et al., 2013). SGT1 ¢usnyecku B3auMOICHCTBYET C
RAR1 u SKP1 (S-PHASE-KINASE-ASSOCIATED PROTEIN1), xkommoHentom E3-
youkBUTHH-THrazHoro komriekca tuma SCF (SKP/Cullin/F-box) (Kitagawa et al., 1999; Hua
and Vierstra, 2011). benrku RAR1 u SKP1 B3anMOoAeHCTBYIOT ¢ KOMIIOHCHTAMH CHTHAJIOCOMBI
COP9 (CSN), xkortopast MpeacTaBiseT CO00H BBICOKOKOHCEPBATHBHBIA 3yKaPHOTHUECKUI
MYJIbTUCYOBETMHUYHBIA KOMITJIEKC U3 8 CYyOBEAMHHUI, YYACTBYIOIIMHA B Jerpajanuu Oenka 1o
yOUKBUTHH-3aBUCUMOMY IyTH B Pa3HOOOPA3HBIX KJIETOUHBIX MpoIleccax, BKIOYAsh Peryisiuio
KJIETOYHOTO IIMKJIA, SKCIIPECCUIO TEHOB, SMOPUOTEHE3, IIUPKAJHBIE PUTMBI, PEAKIIHIO PAaCTCHUH
Ha CBEeT W ropMoHbI, a Takxe pemapanuto JJTHK (Wei and Deng, 1999; Nezames and Deng,

2012). Hoknayn renoB RARL, SGT1, SKP1 min KOMIOHEHTOB CUTHAJIOCOMBI TIPUBOJIUT K yTpaTe
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N-onocpemoBanHnoii ycroitunBoctr k BTM y Tabakos (Liu et al., 2002). B coBokymHOCTH 3TH
B3aHMOI[CﬁCTBHH YKa3bIBalOT Ha BAX)KHOCTb Y6I/IKBI/ITI/IH'OHOCpeI[OBaHHOFO IpoTCOJIM3a U y4aCTUcC

mexanusma UPS B N-onocpenoBansbix 3amuTHbIX peakuusx HR.

Pons UPS Bo B3aumopnelictBun pacteHus u Bupyca onucana st Tb BTM u Bupyca
xentoi moszauku TypHerca (TYMV, Turnip yellow mosaic virus), KoTopbie MoaBeprarTCs
IIPOTEaCOMHOM Jerpajanny, 9To MPpUBOANT K cHIbKeHuio matorennoctu (Reichel and Beachy,
2000; Drugeon and Jupin, 2002; Jakubiec et al., 2007), noguepkuBast Baxxuoe 3Hauenre UPS s
peanu3anu MPOTHBOBHPYCHBIX HWMMYHHBIX OTBETOB. (OJIHAKO, HENb3S HCKIIOYHTH, YTO
Jerpajgainys BHUPYCHBIX OCIIKOB B Ipolecce pa3BUTHS HHOEKIUU SBISCTCS HOPMAIbHBIM
(U3UOJIOTHYECKUM TIPOIIECCOM OOHOBJICHUS W PETYJSIMH KOJUYECTBA BUPYCHBIX (DaKTOpOB
(Alcaide-Loridan and Jupin, 2012). TH Tob6amoBHPYCOB 00pa3yeT KOMILICKC C BHUPYCHBIM
TEHOMOM, O0ECIeuYrBasi €ro TPaHCIIOPTHPOBKY K MEKKICTOUHBIM KaHAJlaM, IUIa3MOJeCMaM, U
JaNbHEHIIee pacnpocTpaHeHHe HMH(MEKIMW B CMEXHBIC KIETKU. JIJIS MEKKICTOYHOTO
pacrpoCTpaHeHHs JOCTAaTOYHO HeOonbmmx KonmvecTB Th, obOecrieumBaeMbIX HUX BPEMEHHOU
sKcrpeccueln Ha mepeaHem (¢poute dokyca unbpeknuu (Maule Ph.D. and Palukaitis, 1991;
Sheshukova et al., 2020). [loka3aTreibCTBOM TaKOTrO CBOMCTBA SBJISIETCS HCCIICOBAHUE
cnocooHoctd Th BTM cTuMynnpoBaTh OTKPBITHE I71a3MOJIECM TOJIBKO Ha MEPEHEM Kpae ovara
UHQEKIMH, HO Ha 0oJiee MO3AHUX CTAIMSIX WHPEKIMH B 0Yare 3TO CBOMCTBO HE IMPOSBIISIIOCH,
xotst Th Bce emie mpucyrcTBoBan B masmoaecmax (Oparka et al., 1997). Bo Bpems uHdpekuun
Th BTM nokanusyeTcst Takke u B accoruanuu ¢ OP, aktuHOM 1 MukpoTtpyboukamu (Pefa and
Heinlein, 2012; Peir¢ et al., 2014). Ha Gonee mo3nnHux stanax uHdeknuu mamnepon 3P CDC48
(CELL-DIVISION-CYCLE protein 48) B3aumozeiictByeT ¢ Th u, Kak cuuTaercs, «H3BICKaCT»
ero B ruroriazmy uis nocienyromiend nerpagamun (Niehl et al., 2012). Tor dakr, uro Tb BTM
HIOJIBEPraeTcsi MPOTEACOMHOM JIerpajalliy, BIIOJIHE MOXKET SBJIATHCS CIICACTBHEM IOCPIKAHHS
OIPEJICTICHHOT0 TOMEOCTa3a BUPYCHBIX OCJKOB MpH ydacTuu mexanuszma UPS, mpuBomsiiero k

6osee 2P PEeKTUBHOMY Pa3BUTHIO HHPEKIUH.

Tb BTM 6611 niepBeiM BupycHbiM Th, 0 KOTOpOM cO00IIAIOCh, YTO OH paspymraercs in
VIVO B IipoTeacome, MOCKOJIbKY HHTHOUTOPBI IIPOTEACOM HMPUBO/SAT K MOBBIIICHUIO CTAOMIIBHOCTH
3TOro Oenka, KOTOPbIM 3aTeM HaKalJMBaeTcsl B MOJWYOUKBUTHHHPOBAHHOU (¢opMe,
npeanonoxutensao B DP (Reichel and Beachy, 2000). TIporeacomuast aerpaganus Takke Oblia
npojeMoHcTpupoBana uisi Th Bupyca ckpy4unBanus iuctbeB kaprodens (PLRV, Potato leafroll
virus) u TGBp3 XBK (Vogel et al., 2007; Ju et al., 2008). dns TGBp3 mnoka3ano, 4to
TpaHcloKkanusi d3Toro Oenka wu3 OP B muromiasMy i MOCHENyIOIIed Jerpajaunuu

accouuupoBaHa ¢ MexaHusmMoM ERAD, KOMIIOHEHTOM cHUCTEMBbI KOHTPOJIS KauecTBa OEJKOB,
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KOTOpBI ynaisier abeppanTrbie 6enku u3 DP (Smith et al., 2011; Ye et al., 2011). Ho naunas
Jerpajanus, KaK MojiaraloT aBTOPbI UCCIICJIOBAHMS, HE SBISETCS OTPAaHUYUBAIONINM (HaKTOPOM
BupycHori uHpekuu (Ju et al., 2008). ERAD, no Bceil BUIMMOCTH, SBISICTCS MPEXKIE BCETO
ciencTBueM crpecca OP, mpemoTBpamiaromiero MUTOTOKCHYHOCTh M THOenh kiertok. | GBp3
aKTHUBUPYET AKCIPECCHUI0 TPaHCKpUIIMOHHOTO (hakTopa bZIP60, yuactByromero B mytu UPR
(Unfolded protein response), u SKP1, xommnonenta E3-yOMKBUTHH-TUTa3HOTO KOMILJICKCA THIIA
SCF. UPR, BeposAITHO, peryJUupyeT KJIECTOUHYIO IUTOTOKCUYHOCTh, KOTOPasi B IPOTUBHOM ClIydae
MorJia ObI MPUBECTH K THOETH KIIeTOK, eciu coqepkanre TGBp3 XBK B OP nocTuraeT BhICOKMX
ypoBHer. SKP1, npeanonoxuTeabHo, UCIOIb3YETCS BUPYCOM I CTUMYJISIIUA MPOTEACOMHOM

nerpagaiu AGO1 u nonasienus PHK unrepdepentmu (CHIU et al., 2010; Ye et al., 2011).

[Tpomeccer UPS uCHONB3yIOTCS MHOTUMHU BUPYCAaMU IS MOBBIMICHUS BUPYJICHTHOCTH.
Hanpumep, 6enok perimkanuy BUpyca KyCTHCTOM KapiimkoBocTd ToMatoB (Tomato bushy stunt
virus, TBSV), p33, B3aumojeiictByer ¢ yOukBUTHH-KOHBIOTa3ol E2, Cdc34, a onTuManbHbIi
YPOBEHb MOJUYOMKBUTHHUPOBAHUS P33, MO-BUAUMOMY, HEOOXOAMM Ui B3aUMOJICHCTBHS
MEXy KOMIOHEHTaMU perumnka3dbl TBSV u kineTodnsiMu akTopamMu, 4TO B KOHCUHOM HUTOTE
uMeeT pernaroiiee 3HaueHue s dddexktuBHoN perutnkaimu Bupyca (Li et al., 2008b).
[TonaBnenue HsKcIpeccuu TreHa, Koaupyromero cyowbeaununy 26S mpoteacombr, RPN9 N.
benthamiana unrubupyer cucremusiii Tpancnopt todbamoBupyca BTM u motusupyca TuMV,
JIBYX TAaKCOHOMHYECKH Pa3JIMYHBIX BUPYCOB. Y pacTeHuii ¢ caitiencuarom RPN9 nabmonanocs
o0pa3oBaHME JOMOJHUTEIBHBIX JKUJIOK JINCTA ¢ YBEITUYCHHUEM JIOJIM KCUJIEMBI U COKpAIllCHUEM
¢bnosmbl. [TockombKy 11 CHCTEMHOTO TPAHCHOPTa BHUPYCHI UCTOIB3YIOT COCYAUCTYIO CHCTEMY,
MPEUMYIIECTBEHHO (JI0dMY, TO B pacTeHusx ¢ HokgayHoM RPN9 pacnpocTtpanenue Bupyca mo
pactenuto ObuTO cyriectBeHHO 3amemieHno (Crawford and Zambryski, 1999; Scholthof, 2005;
Jin et al., 2006).

[Iporiecchl  yOMKBUTHHUPOBAHHS OOpAaTHMBI IO/ JEHCTBHEM KJIETOYHBIX (EPMEHTOB
neyouksutunas, DUB (deubiquitinase) (Komander et al., 2009). Axrunocts DUB Obuta
obHapyxeHa y Oenka perutukarnunonHoro kommiekca 98K supyca TYMV (Chenon et al., 2012).
benkn permmkanuun TYMV cuntesupyrorea ¢ renoMHoit PHK B Buae nmonmumnporenna mummHon
206 aMHHOKHCIIOT, KOTOPBIi 3aTeM paciieruisiercss Ha Tpu oenka 66K, 98K u 42K (Jakubiec et
al., 2007). Cyobenununa 66K moaBepraercss yOMKBHUTHHUpPOBaHHIO C mociueayromein UPS-
ONOCpPEIOBAaHHOM Jerpajamuei, B TO BpeMs Kkak cyOwbenununa 98K, Omaronmaps cBoeit
aktuBHOocTH DUB, oOecneunBaer neyOMKBUTHHUpOBaHHE 06K, cTaOMIM3UpYys €ro B KIETKE.
Takoli MexaHHM3M, KakK IIOJIaral0T AaBTOPHI, HCIIONB3YeTCS BUPYCOM JUISL TOJICpIKaHUS

cTexuomMeTpudeckoro cootHomeHus 1:20 nByx cyobemunun, 66K m 98K, u crmocoOcTByeT
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BupycHoii uHpeknmonnoctn (Camborde et al.,, 2010; Chenon et al., 2012). CymiectByer
MHO’KECTBO MPUMEPOB SKCILUTyaTallid BHPYCaMH MEXaHHM3MOB IPOTEACOMHOM Jerpajaii,
KOTOpBIC ONKCAHBI B Pa3IMUYHBIX HCCICIOBAHUSAX W IOATBEPKIAAIOT BBIBOA O TOM, uto UPS
MOXKET crmocobctBoBarh BHpyiacHTHOCTH (Alcaide-Loridan and Jupin, 2012; Mandadi and
Scholthof, 2013; Calil and Fontes, 2017).

PeneccuBHasi ycTOHYHUBOCTD

Pactenust pearupyroT Ha MHQEKIHMIO C MOMOIIBIO Pa3IMYHBIX JTOMUHAHTHBIX 3aIIHUTHBIX
MEXaHU3MOB, 4aCTh U3 KOTOPBIX 00CYyKJajach Bbllle. JJoMHUHAHTHAs yCTOWYMBOCTH 3aBUCHUT OT
CIIOCOOHOCTH pacTeHHsl paclo3HaBaTh BO30YIUTENIb M OBICTPO OCYLIECTBIATh KOMIUIEKC
3allMTHBIX MEp, YacTO CBS3aHHBIX C pa3BUTUEM TUIEPUYYBCTBUTEIBHOM  PpEaKIMU.
HeBocnipunMuuBOCTh pacTeHHs K BHPYCY TaKKe MOXKET ObITh pPe3yJIbTaTOM OTCYTCTBUS
crneuu(UYeckux KJIETOYHbIX (PAaKTOPOB, HEOOXOJUMBIX BUPYCY U PENPOAYKLHUHU, TO €CTb
YCTOMYMBOCTh Ha BUJIOBOM YpOBHE. BO3HHMKHOBeHHME MyTalMii B (akTOpax, ONpenessIoluX
YYBCTBUTEIBHOCTh PACTCHUS K BHPYCY, TaKXKe MOXET NPUBOJMTH K ycroiumBoctu (Fraser,
1990). Pa3Butre BUPYCHON HH(DEKIMHA T'C€HETHYCCKH JCTEPMHUHHUPOBAHO HAJTHMYHEM Y XO3sSHUHA
(bakTOpOB, HEOOXOUMBIX JJIs PEIIMKALIMK M NepeMEILeHHs] BUpYca, a TakKe OaJaHCOM MEeXIy
3alIUTHBIMU pPEAaKLUUSAMH pacTeHUs M IOJaBJICHUEM BHUPYCOM 3TuX peakiuid. Ilockosbky
penepryap BUPYCHBIX I'€HHBIX NPOJYKTOB OOBIYHO OYEHb Mall M3-3a OTPAHUYEHHOIO pa3Mepa
reHOMa, BUpycaM HEOOXOIMMO 3a/IeiiCTBOBATh PACTHTEIbHbIE (PAKTOPHI JIJIs 3aBEPUICHHUS ITAIIOB
MH(QEKIMOHHOTO LUKJIa. B3anMopelicTBUe KOMIIOHEHTOB pPACTUTENBHOM KJIETKM M BHpYyca
IPUBOJIUT K BOCIPHUMMYUBOCTH PACTEHUS, & MyTAallUM, IPUBOAAIINE K HEBO3MOXXHOCTH TAaKOI'O
B3aUMOJICHCTBUS, MPHUAAIOT YCTOHYMBOCTh. PelieccuBHas  yCTOMUMBOCTH  OOYCIIOBJIEHA
MyTalUsIMU B IeHaX, KOTOpble KOJUPYIOT (PAaKTOPHI XO3SIMHA, KPUTHUECKU HEOOXOIMMBIE IS
pazButus BUpycHOM uHGpexkuuu. Taxume QaxkToppl, Kak mOpaBwiIo, 00YCIABIUBAIOT
BOCIIPUMMYHMBOCTh PAaCTeHHs K BHUPYCY, M Ha3bIBalOTCS MNPOBUPYCHBIMHU (PaKTOpaMu.
PacturenbHble (GakTopsl ¢ MPOBUPYCHOW aKTMBHOCTBIO ObUIM HMIACHTU(UIMPOBAHBI Ui BCEX
ATaNoB LMKJIAa BUpycHOW HMHPexuuu: TpaHciasuuu BupycHod PHK, oOpasoBanusi BHpYCHBIX
PEIUIMKAIIMOHHBIX KOMILJIEKCOB, HAKOIUIEHHS WM aKTHMBHOCTU OEJKOB pEIIMKalluu BHpYyca,

TpaHcropTa Bupyca u coopku Buprona (Garcia-Ruiz, 2018).

Oykapuorndeckue (axropsl naunuanun Tpancasinun (elF) 4E u elF4G u ux usodopmer
SBIISIIOTCSL HanOoJiee M3YYEHHBIMU PACTUTENLHBIMU (DAKTOPAMHU PELIECCUBHONW YCTOMYHMBOCTH Y
HECKOJIBKMX BHJIOB CEJIbCKOXO3SIMCTBEHHBIX KYJIBTYp B OTHOLIEHMM MHOYKECTBA Pa3IUYHBIX

supycoB (Wang and Krishnaswamy, 2012). AmunokucioTHbie 3ameHbl B elF4E obecnieunBaroT
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YCTOWYHMBOCTH K MOTUBHPYCAM M HEKOTOPBIM JPYTHM BUpycaM y apabHIOICKca, ToMara, Meplia,
ropoxa, neiau u stumens (Lellis et al., 2002; Ruffel et al., 2002; Nicaise et al., 2003; Gao et al.,
2004; Kanyuka et al., 2005; Piron et al., 2010). Myrauuu B apyroii cyobeauHuie (hakropa
elFAG npuaalT pEHecCMBHYK YCTOMYMBOCTh MPOTHUB PpAa3jMYHBIX BHPYCOB y pHCa H
apabumorncuca (Yoshii et al., 2004; Albar et al.,, 2006). Myraiuu B (akTopax HHHIIHALMN
TPAHCIALMK CHIUXKAIOT A(PQPEKTUBHOCTh TPAHCISLUU BHUPYCHBIX OCNKOB B KIETKaX, YTO

HETaTHUBHO BJIMSAET HA PEIUIMKALIMIO BUPYCA U €r0 OJIMKHUN TPAaHCIIOPT.

Jlpyroii sSpKuii TpuUMep pPELECCHBHON YCTOWYMBOCTH omnocpenyercs Oenxamu TOM
(tobamovirus multiplication), KOTOpbIC ONPEAEISAIOT YYyBCTBHTEIBHOCTH K TOOAMOBHPYCHBIM
uHpekuam. TOM1 Obi1 uACHTUGUIMPOBAH B MYTaHTHBIX JIMHUAX apaOuIoNcuca C moTepei
BOCIIPUUMYHUBOCTH K ToOamoBHupycy YOMYV (Youcai Mosaic Virus) (Yamanaka et al., 2000).
Opnako mytanus B tom1l mpuBoamiIa Wb K YaCTUYHOW YCTOHYMBOCTH, @ Y ABOWHOTO MyTaHTa
tom1tom3 mposBisiack nonHas yctonunBocTh K YOMV. Ilpu atom nBoitHo# myTtant tomltom3
OCTaBaJICsl YyBCTBUTEIIBHBIM K JBYM JIPyTHM BHpycaM, BUpYCY orypeunoil mo3auku (Cucumber
Mosaic Virus, CMV) u Bupycy mopmumuucroctd typuernca (Turnip Crinkle Virus, TCV)
(Yamanaka et al., 2002). bexku TOM1 u TOM3 sBnstoTCS UHTErpabHBIMH MEMOpPaHHBIMU
Oenkamu, a ¢ynknus TOMI, kak mnojaraioT aBTOPBL, CBOJUTCS K B3aUMOJEWCTBHUIO C
periMKa3HbIMU OeNKaMu BHUpyca uepe3 XeNukas3Hbeli gomeH, npu 3tom [OMI1 saBnsercs
TpaHCMeMOpaHHBIM sIKOpeM [yt cOopku BupycHoi «dabpuxwm». ['omomorm TOM1 u TOM3
KonupyloTcs B pacteHusx poma Nicotiana, B tomare, mepue u puce (Kumar et al., 2012).
[TonaBnenne skcnpeccun TOM1 u TOM3 B Nicotiana tabacum wepes wunaykumio PHK
UHTEepEpEeHIIMM NPHUBEIO K YCTOHYMBOCTU Tabaka K HECKOJbKHM TOOAMOBHpYCaM, BKIIOYast
BTM, ToMV, PMMoV wu Bupyc msarkoi 3eneHoi mo3anku tadbaka (Tobacco Mild Green Mosaic
Virus, TMGMV). benku TOM2A 1 TOM2B Takke y4acTBYIOT B PEIUIMKAI[MH TOOAMOBUPYCOB
y apabuponcuca. TOM2A — 310 TpaHCMeMOpaHHBIH 0e0K, KOTOPhI B3auMmoieicTyer ¢ TOM1

U SIBJISIETCSl He0OX0IMMbIM KommoreHToM it coopku VRC (Tsujimoto et al., 2003).

He6onpmoit I'Td-ces3piBaromuii 6enokx cemeirictBa ARF (ADP ribosylation factor),
ARLS, 0b11 ounineH u3 MeMOpanHo# (pakiun kierok Nicotiana tabacum, wHGHIMPOBAHHBIX
ToMV (Nishikiori et al., 2011). ARL8 Bmecte ¢ TOM1 yuactByer B pemukanuud ToMV myrem
peryisiun GepMEHTATUBHONW aKTUBHOCTU peruinkazbl ToMV mpu cuHTe3e U KIIUPOBAHUH
BupycHoit PHK. Xots nenernus mo6oro u3 tpex reHoB ARL8 He nmpuBoamiIa K M3MEHHIO YPOBHS
HakoruieHuss ToMV y apabupmoncuca, myranus reHoB ARL8a m ARL8bL BeI3bIBana momHOE
MOJIaBJICHUE BHUpyca 03 KaKOro-JIM0O OTPHUIATENBHOTO BO3JEHCTBHS Ha POCT pPacTCHHUU

(Nishikiori et al., 2011). benku ARL8 u TOM mnpencTaBisiror co00ii mpuMepbl TOr0, 4TO T€HBI
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MPOBUPYCHBIX (DaKTOPOB M WX (PYHKIIMOHATHHO W30BITOUYHBIE TOMOJIOTH MOTYT OBITH XOPOITUMHU
MHUIICHAMUA [JIsI MYyTarcHe3a HWJIn pa3pa60TKI/1 npenaparoB, MHAYHHUPYIOHNIUX MOAABJICHUC HX

skcnpeccun yepes mexanusMm PHKu, u npunanus peneccuBHOM yCTOMYHUBOCTH K BUPYCAM.

PHK unTepgepennus

PHK wunrepdpepentius (PHKu), wmm caitnencuar PHK, mnpeacraBmser coboit
KOHCEPBATUBHBI MEXaHU3M PETYJSIIHHA AKCIPECCUU TEHOB, KOTOPBHIM pealu3yeTcsi BO MHOTHX
AYKAPUOTHUYECKUX OpPraHu3Max OT pacteHuid a0 miiekonuraromux. PHKu sBusercs npeamerom
MPUCTAJIBLHOTO HAYYHOIO HHTEpeca IOCIEIHHE TPU JecsITKa JIeT, HauyhuHas C HMCCIeIOBaHUU
MeXaHM3Ma T[OJaBJICHHUA aKTHUBHOCTH T€Ha XaJKOHCHHTa3bl IOCJIE BBEICHHUS  €ro
JOTIOTHUTEIFHOW KOMHUHM B TEHOM IMETYHHH W PETYISIIHHA JKCIPECCHH T€HOB HEMATOMBI MPHU
obpadorke nuPHK (Napoli et al., 1990; Fire et al., 1998). PHKwu 3anyckaercs auPHK, xotopsie
HAMPBIIAIOT CIIEIHUATbHBIA KOMILJIEKC OETKOB Ha MOCTTPAHCKPUIIIMOHHYIO AETPaIalluio EeEBhIX
KoMIuieMeHTapHbIX TpaHckpuntoB MPHK wnmu nonasnenue tpancnsuuu MPHK  (sBnenwue,
umenyemoe PTGS, post-transcriptional gene silencing) niam Ha UHTHOMPOBAaHWE TPAHCKPHITIIAN
(TGS, transcriptional gene silencing) (Vaucheret et al., 2001; Castel and Martienssen, 2013).
Mexanusmbl PHKu urpatot xiro4eByio posib B pa3HOOOPa3HBIX KJIETOUHBIX, OHTOTEHETHUYECKUX
U (PU3MONOTMYECKUX TMpolleccax, pEryaupys OSKCIPECCHI0 T'€HOB IOCPEICTBOM MaiblX
Hexoaupyromux PHK (SRNA, small RNA), u cBs3aHBl C KOHTPOJEM OSIHUICHETHYCCKHUX
Moaupukanuii, peryasuueld CcTaOWIBHOCTM TeHOMa, oOpa3oBaHMsI TIeTepoXpoMaThHa U
JBW)KEHUS TPAHCIIO30HOB, a TaKKe C  3ammroi oT BUpycHbix uHbpeknuit (Castel and
Martienssen, 2013; Wang and Chekanova, 2016). Pactutensabie SRNA o4eHb pazsHOOOpasHbI U
BKJIIOUYAIOT B €01 HECKOJBKO MOJKIACCOB B 3aBUCUMOCTH OT MX MPOUCXOXKICHUSA U OMOreHe3a

(Wang and Chekanova, 2016).

Mexauuszmbl PHKu y pacrenuii HaunHatotes ¢ mpoieccunra npeamectseHanka AuPHK
Ha kopoTkue aymiekcbl MUKpoPHK (miRNA) unu mansie untepdepupytronme PHK paznuunoro
ouorenesa (siRNA) (Baulcombe, 2004). miRNA xkomupytorcs renamu MIR, kortopsie
tpanckpubupyrorcss PHK-nonmumepaszoir 1l ¢ oOpasoBanuem mpemiecTBeHHHKOB MIRNA,
bopMUpYIOLIUX MINWICYHYIO CTPYKTYpY C JBYLENOuYe4YHbIMU YyyacTkamu. sIRNA wmoryr
npoucxoauth ot AuPHK, oOpasyromuxcs Bcneactsue aedictBus BupycHo RdRp kak
IPOMEXYTOUHBIN TpoaykT perumkanuun PHK-Bupyco, napunmpyronmx pacrenus (Wang and
Chekanova, 2016). benku Dicer (snmopubonykieassl, coaepkamme momeH PHKaswr 1),
KoTopbie y pactenuil HaspiBatorcsi Dicer-like (DCL), mporeccupyror nuPHK Ha kopotkue

SIRNA mmmuoit 21-24 ur. DCL paborator B accommammu ¢ Oeakamu DRB (DOUBLE-
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STRANDED RNA BINDING) ans Tounoro nporeccunra SIRNA (Hiraguri et al., 2005; Eamens
et al., 2012). siRNA noasepratorcst moaudukanuu 2'-O-MeTunupoBanus Ha 3'-KOHIICBOW prbo3e
¢ mnomompio Merwiarpancdepassl HEN1 (HUA ENHANCERI1) nns moBeimieHUst #x
crabunproctu (Li et al., 2005; Yu et al., 2005). Batrem SIRNA Bkito4aroTCst B OCIKOBBIH
Komruieke, wHaynupyrommii caitmencuar PHK, RISC (RNA-induced silencing complex),
conepxamuii 0enok Argonaute (AGO), kotopbiii o6magaer siIRNA-CBSI3BIBAIONIMM IOMEHOM H
SH/IOHYKJIEOJINTUYECKON aKTMBHOCTBIO 1O oOTHomeHHt0o K PHK-Mumenu. AKTHUBHpOBaHHBIN
RISC BmoociencTBum — «paciuietaer» aBynenoudednyio  SIRNA, TeM caMbIM Te€HEpHPYs
CMBICIIOBYIO M aHTHCMBICIOBYIO (Hampasistoniyo) nenud B AT®-3aBucumoii peakiun. RISC,
COJZIep KA HAIIPaBJIAIOLLYIO LIEeTIb, HALIEIMBACTCS Ha KOMIUIeMeHTapHbIi TpaHckpunT MPHK n
pacuierisier MPHK. B pesynbrare orcyrctBust MPHK He cunTe3mpyercst u koaupyemblii 6esok
(Baulcombe, 2004; Wang and Chekanova, 2016; Gaffar and Koch, 2019), uto siBisleTcst omHum

U3 CIoco00B peryjidannuu 3KCIIpeCCu Ha OCTTPAHCKPUTITUOHHOM YPOBHE.

PHKu saBnsercas ogHMM M3 OCHOBHBIX MEXAHHU3MOB IPOTUBOBUPYCHOM 3allUTHI Y
pacteHuil u cocTouT U3 (Pa3pl UHULIUAINH, aMIDTU(PHUKAIMA U CHUCTEMHOTO PaclpOCTpaHEHHUS.
[TpotuBoBUpycHBIN caitneHncuHr uHunuupyercs AUPHK, koropeie Moryt oOpa3oBbIBaThbcs U3
BBICOKOCTPYKTypUpoBaHHbIX oOnactreii PHK-BupycoB, perumkaruBHbix uHTepmenuaroB PHK-
BUPYCOB WJIM IEPEKPBIBAIOLINXCSA JIBYHAIPABICHHBIX TPAHCKPUIITOB, cuHTe3upyemblx JIHK-
Bupycamu. AuPHK pacnosnatorcst m mponeccupytorcest 6enkamu DCL B mepBuuHBIE Maibie
unrepdepupyromme PHK Bupycnoro npoucxoxaenus, vsiRNA (virus-derived small interfering
RNA). Dunorennsie PHK-3aBucumbie PHK-nonumepassl (RDR) ncnons3yror ogHolieioueyHbIe
BupycHble PHK 111 cuHTe3a nBylenouedyHbX (GopM ¢ MOCHEAYIOIIUM HX MHPOLIECCHHIOM JI0
BTOpUYHBIX VSIRNA M ycuneHueM NpoTHBOBUPYCHOTO OTBETA. YCTAaHOBJIEHHWE CHCTEMHOIO
IPOTUBOBUPYCHOIO HUMMyHHUTeTa TpeOyer amiumukanuu VsiRNA, MexkineToyHoro u
CHCTEMHOTO PaclpoCTpaHeHusi curHanoB caitnencunra (Ding and Voinnet, 2007; Szittya and
Burgyan, 2013). MozensHoe pactenue Arabidopsis thaliana kogupyer yetsipe DCL, msite DRB,
necsatb AGO u mects RDR, KoTOpble y4acTBYIOT B PaslIMUHBIX IyTAX, cBA3aHHbIX C PHKu
(Vaucheret et al., 2001). DCL1 yuactByet B mporteccuare miRNA, torga kak DCL2, DCL3 u
DCL4 mponeccupyiot miauHHbIe Mojekyiasl auPHK pasmuunoro mpoucxoxkaenuss Ha SIRNA
uaHou 22, 24 u 21 nykneorun, coorBerctBenno (Bartel, 2004; Brodersen and Voinnet, 2006).
Ha unn¢exuun PHK-BupycoB siusitor DCL3, DCL4 u DCL2, a DCL3 Takxe UMeeT peraroliee
3HayeHue B mpouecce PHKu mporuB JIHK-BupycoB, mpeanonoxkuTenbHO, AEHCTBYS uepe3
unaykiuio metuauposanus JTHK (Deleris et al., 2006; Qu et al., 2008; Garcia-Ruiz et al., 2010;

Raja et al., 2014; Csorba et al., 2015). DCL1 geiicTByeT Kak MOJOXHUTEIbHBIH PETyIsSTOP
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npoaykiuu VSIRNA, nmemas Bupycusie mauPHK mocrymueiMu mis apyrux DCL kak mpwu
undekuusx PHK-, rak u JIHK-Bupycos (Blevins et al., 2006). benku DCL B3aumonencTBytoT ¢
oenkamu DRB mnst nponeccunra muPHK u nponykuuun VSIRNA. DRB4 sBisiercst napTHepom
DCL4 u BaxkeH 1151 IpoTUBOBUPYCHO# 3amuThl npotuB PHK-BupycoB TYMV u TCV (Curtin et
al., 2008; Jakubiec et al., 2012). DCL3 B3aumopaeticteyer ¢ DRB3 u AGO4, u 310T GENKOBBIi
KOMILIEKC YYacTBYET B PEINPECCHBHOM METHIMpPOBaHMHM T'eHOMOB remunuBupycos (Raja et al.,
2014). bemoxk HENI Takke HEOOXOAMM JUIS TPOTHBOBUPYCHOW 3alllMThl, OH Y4YacTBYET B
MetuaupoBanus u ctabunusanuu VsiRNA. Perumukasueiii 6enok 126 x/la BTM unru6upyer
aktuBHocth HENI, takum o6paszom momasisist PHKu (Vogler et al., 2007). Pons 6enxkos AGO
apabujoncuca Takxke omnucaHa B mpoTuBoBupycHou 3ammurte kak or PHK-, tak m or JIHK-
BupycoB. [Ipumepsr npotuBoBupycHoit aktuBHOCTH AGO1 1 AGO2 mokaszaHel B OTHOLICHUU
muorux PHK-supycos TCV, CMV, TuMV, PVX u TBSV (Harvey et al., 2011; Jaubert et al.,
2011; Scholthof et al., 2011; Carbonell et al., 2012). Cunraercs, uto AGO1 sBasieTcs ceHCOpoM
MH(pEKIUU B KIETKE, MHIYLHPYIOIIUM IMPOTUBOBUPYCHBIM OTBeT uepe3 axktuBauuio AGO2,
NOCKONbKY (1) mpu BHpPYCHOM HWHQpeKnuu Hapymaercs romeocta3 AGO1 B kieTke 3a cueT
uHruouposanus ero tpancisauuu (Varallyay et al., 2010) u (ii) AGO1 sBiseTcss HEraTUBHBIM
peryasitopom AGO2, u B ero orcyrctBue ypoBHM AGO?2 NOBBILIAIOTCS, YTO HPUBOAMUT K
aktuBarmn PHKwu (Harvey et al., 2011). AGO5, AGO7 u AGOI10 Ttakxe HEOOXOTUMBI IS
CTaHOBJICHUS MPOTUBOBHPYCHBIX 0TBeTOB PHKM mpu nudekmusx PHK-Bupycos, HO, BeposTHO,
UTPalOT MHMHOPHYIO pOJIb B PAa3MYHBIX oOpraHax. BosmoxHo, neiictBue »3tunx AGO
CKOOPJIMHHPOBAHO C JpYrMMu OelkaMH ceMelcTBa B TPOCTPAHCTBE M BpeMmeHu. MHx
NPOTHBOBUPYCHAs aKTMBHOCTH omnucaHa B oTHoirenun CMV, TCV u TuMV (Qu et al., 2008;
Takeda et al., 2008; Garcia-Ruiz et al., 2015). Pons AGO4 B yCcTaHOBICHHH aHTUBHPYCHOTO
caifleHCMHIa B OTHOIIEHUM TE€MUHHUBHPYCOB, Kak YINOMHUHAJIOCh BBIIIE, COCTOUT B

MHIHOMPOBAHUM TPAHCKPUIIIUK 4epe3 MeTmwinpoBanue BupycHoit JJTHK (Raja et al., 2008, 2014).

Bo MHOrmx xoMOuHanusx pacteHue-BHpyc akTHBHOCTH RDR crmocoOcTByeT ycuieHuio
IPOTHBOBHPYCHOTO OTBETAa MPH JOCTIKEHUH CUCTEMHOTO 3amuTHoro ummynurera (Dalakouras
et al., 2020). benku RDR 3amyckaroT Tak Ha3pIBaeMYI0 aMILTH()UKAIIMIO aHTUBHPYCHOTO OTBETA
(Csorba et al., 2015). AKTHBHOCTh KJICTOYHBIX mNojuMepa3 RDR crumysnupyeTcs Haaumuuem
abeppanTHbIX PHK, y KOTOpBIX OTCYTCTBYIOT Takue Xapakrepuctuku 3penbix MPHK, kak 5'-xorm-
crpykrypa wi 3'-nonmu(A)-xBoct (Gazzani et al., 2004). siRNA jgnuHoit 22  HT,
nporeccupyembie DCL2, SBISIOTCS KIIOYEBHIM HHIYKTOPOM 3aIlyCKa MPOAYKIIMUA BTOPUYHBIX
siRNA. 22 ur-siRNA cs3biBatorcs ¢ AGO1, 4To, BEpOSITHO, IPUBOAUT K KOHPOPMAITMOHHBIM

U3MEHeHusAM Oenka u mociedyiomeMmy mnpusiedeHuto RDR6 k  meneBoit PHK  mns
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MOJIMMEPU3AIIMN BTOPOW IIeNMud W MPOAyKIuu BTOpHYHBIX SIRNA. Takoe sBieHHE MOTy4YHIIO
Ha3BaHHUE TPAH3UTHUBHOTO caiiiieHcuHra (transitive silencing) (Mlotshwa et al., 2008; Chen et al.,
2010; McHale et al., 2013). Cuuraercs, uro Bropuunbic SIRNA, Kak ¥ JUIMHHBIC MOJICKYIIbI
PHK, croco6Hbl mepeMeniatbcsi MeXAYy KIETKaMU 4epe3 IUIa3MOJECMbl U MO COCYAMCTOM
CUCTEME B JUCTAJIbHbIE YacTU pAcCTeHHs] — ATOT (PEHOMEH IMOJYy4YUJ Ha3BaHHE CHUCTEMHOIO
caiieHcuHra. TpaH3WTUBHBIA M CHUCTEMHBIM CAWICHCUHI IPUBOAUT K <«UMMYHHU3ALUN»
OTHAJICHHBIX YacTed pactenus yepe3 nnaykuuto PHKu (Voinnet and Baulcombe, 1997; Csorba
et al., 2015; Dalakouras et al., 2020).

Bupycusie cynpeccopsl PHKu

PHKwu — 3amuTHBIN MEXaHU3M pacTEeHUs, HAIIPABJICHHBIM Ha MOIaBIICHUE aMILTA(DUKAITIH
BUPYCHOI'O T'CHOMa M PACIPOCTPaHEHHs] WH(EKIUH 1O TKAaHK M BCEMY pacTeHUro. UTOOBI
IPEOIOJIETh ATY JIMHUIO 3aIUThI, BUPYCHI PA3BIIN MEXAHHU3MBbI, MTO3BOJISIONINE H30eraTh U/iim
npotuBozeiictBoBath PHKu. Bupycbl cnocoOHBI MHIyIMpoOBaTh 00pa3oBaHHWE MEMOpaHHBIX
CyOKJICTOUHBIX CTPYKTYp, miu cdepyn (Schwartz et al., 2002; Laliberté and Sanfagon, 2010;
Lalibert¢ and Zheng, 2014). Takue CTpyKTypsHl, BKIIOYarOIMe B ceOs MeMOpaHbl spa,
9HJIOTIA3MATHYECKOTO  PETUKYJIyMa, TEPOKCHUCOM, MHUTOXOHJPUH WIIM  XJIOPOIUIACTOB,
UCTIIONB3YIOTCS 71 oOpasoBanust w/winm Tpancnopra VRC (Lalibert¢ and Sanfagon, 2010;
Laliberté and Zheng, 2014). Ipyrum criocobom mpotuBojeiicTBuss PHKu u 3ammTel BUPYCHBIX
TPAHCKPHUIITOB OT JCTpajallii W WHAKTHBAIIMU, MPEKIC BCETO, SBJSIOTCS BUPYCHBIC OCIKH,
Ha3bIBaeMble BHUPYCHBIMH cymnpeccopamu caitmencunra, VSR (viral suppressors of RNA
silencing) (Burgyan and Havelda, 2011; Csorba et al., 2015). M3yueHne 3TUX BUPYCHBIX OCIKOB
HAYaJIOCh C MCCJICIOBaHMS CHHEPrH3Ma MOTUBUPYCOB C IPYTMMHU BHpycaMu. BpuIO MokasaHo,
4TO 5'-MPOKCHMANIbHBIA PETHOH MOTHBUPYCHBIX TCHOMOB, KOAUpYommid 6emnok pl (protease-1),
umenyeMbiii HCPro (helper component protease), npuBoAUT K pe3Ko CTUMYISILIMM MHGEKIUU
XBK B yclIOBHSAX KO-MHOKYJISIIIMH, XapaKTEPU3YIOIICHCS YBETUUYECHUEM TSHKECTH CUMIITOMOB H
WHTEHCHBHBIM HaKOIJIeHHeM BUpycHoro moromctsa. (Vance et al., 1995; Pruss et al., 1997).
HcPro uzomupyer VSIRNA, uto BrocnieacTeuu HapymiaeT cOOpKy akTHBHOTO komiuiekca RISC
(Lakatos et al., 2006). Eme oaHo paHHee wHcCCiIeIOBaHWE IMMOKasano, 4ro Oemok 2b CMV
CIIOCOOCTBYET THIIEPBHPYJICHTHOCTH 4Yepe3 CYNPECCHI0 aKTUBHOCTH Komruiekca RISC
nocpencTBoM ¢usuueckoro B3aumoneiicteus ¢ AGO1 (Ding et al., 1996; Diaz-Pendon et al.,
2007; Duan et al., 2012). O6a 6enka, HcPro u 2b, He0OXOAMMBI U HAKOIUIEHUS BHPYCHBIX
YyacTHll, NepeMeleHusi Ha Oosbiune pacctosiHus, omokupyoT PTGS u sBusioTcs ¢dakropamu
BupyaeHTHOCTH. C Tex mop ObLIO OOHApyKeHO M OXapaKTepu30BaHO MHOXecTBO VSR vy

paznnunbix BupycoB (Csorba et al., 2015).
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VSR mpexacraBnstor  cobol  (PUIOTEHETHYECKM HE CBSI3aHHBIE, B OCHOBHOM
MHOro(yHKIIMOHaNbHbIe Oenku. OgHa W3 cTpareruid, ucmnoib3yembix VSR, cocroutr B TOM,
4YTOOBI IMPENATCTBOBATH YCTAaHOBIEHHUIO INpoTtuBoBUpycHOM PHKu myrem OnokupoBku 3Tana
uHUIHaui. AKTuBHOCT, VSR omnmcana B otnomicHun (i) Hapyiienus ouoreneza VSIRNA, (ii)
cexkBectpanuu AUPHK pasznuunoit amunel, (ii1) coaeictBus necradmnusanuu O6enka AGO no
obpazoBanuss RISC wmm (iv) TpaHCIOPTUPOBKM MOOMJIBHOTO CHTHaja CalJICHCHHTa B
MIEPOKCHCOMBI I OTKJIFOUeHHs 3ammtHoro mexanusma (Csorba et al., 2015; Incarbone et al.,
2017; Gaffar and Koch, 2019). Kpome toro, muorne VSR wHrpaiT KIOYEBYIO pOJIb B
perrkaimu, coopke mwin nepememiennn supycos (Moon and Park, 2016; Huang et al., 2023).
Hanpumep, peruikasaele Oenku ToOaMOBHPYCOB 00nanaroT akTUBHOCTHIO VSR. benku
perunkaszer 126 x/la BTM u 125 k/la ORMV unrubupyror akruBHocts HEN1, uTo Hapymaer
metunupoBanne SIRNA u npusoaut k cynpeccun PHKwu (Ding et al., 2004; Vogler et al., 2007;
Malpica-Lopez et al., 2018). 122 k/la permmukasubiii 6emok BTM kpecrousernsix, kpBTM
(crucifer-infecting Tobacco mosaic virus), cesaseiBaer aAuPHK, SiRNA u mMIiRNA, uto
npensaTcTByeT aktuBaiuu coopku komiiekca RISC (Csorba et al., 2007). Bosee Toro, 6emok 122
k/la kxpBTM, kak u HEKOTOpPbIC JApyrue OCIKH pa3IMYHBIX BHPYCOB, CIIOCOOHBI WHAYIIMPOBAThH
HakoruieHre B kietke MIRNA168. B pacrenusnx, HHOUIMPOBAHHBIX BUPYCOM, MMOBBIIICHHBIH
ypoBeHb HakorieHuss MIRNA168 koppenupyer ¢ wunaykumed skcnpeccun AGOL, HO ¢
NOHMKEHHBIM ypoBHEeM HakoruieHus: 6enka AGO1, 4ro, BEpOsSTHO, CBA3aHO C TPAHCISAIIUOHHON

penpeccueii mocneanero (Varallyay et al., 2010; Varallyay and Havelda, 2013).

Kak Ob110 onucaHo BbIlIE, TPAHCIIOPTHBIE OEITKH TOOAMOBUPYCOB CIIOCOOHBI MOJABIIAThH
PTI, uanymupyemsrit nuPHK Bupycunoro mpoucxoxaenus (Huang et al., 2023). Ha ocHoBaHuu
MHOTO()YHKIIHOHAJIFHOCTH PETIMKA3HBIX M TPAHCIOPTHBIX OENKOB TOOaMOBHPYCOB, aBTOPHI
npeiaraloT MoJIeb CTpaTeruu 3GPEeKTUBHOTO pa3BUTHs BUPYCHOM MHpekuuu (puc. 2). Jlannas
MOJIENIb OTHCHIBAET TPAHCIOPTHBIE M peIUIMKa3Hble OeNKW Kak BHPYCHBIE 3(PQEeKTOpHI
BUPYJIEHTHOCTH. TpaHcropTHble Oenku, oOnajas, ¢ OJHONH CTOPOHBI, (PYHKIMEH CBSI3bIBAHUS
BupycHoit PHK u ee TpaHCIIOpTUPOBKHM M3 KJIETKH B KJIETKY, C JIpYroil CTOPOHBI, BBICTYNAIOT B
KadecTBe d(pdekTopa BUPYIECHTHOCTH Ha TUaupyromeM Gponte nndexiuu 1ist nogasienus PTI,
uHayuuposanHoro BupycHo TuPHK. Pernkasnbie Oenku BeICTymaroT B KadecTBe 3 dexTopa
BUPYJIGHTHOCTH B IIeHTpe odara HH(pekiuu, oOmamas ¢ynkuumeit VSR, u mnonaBisior

antuBupycHyto PHKwu, Bei3Bannyto muPHK (Huang et al., 2023).
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. T6
PPOHT MHPEeKLMN BnoknposaHue
@ —— 5 MeXKNeTo4YHOro
TpaHcrnopTa

EeHT OKyCa MHOeKunn
LleHTp dokry deky, AUPHK

VSR
. MopasneHme
penanKauum

Pucynok 2. IlpoTuBoneiicTBUE MHOrO(PYHKIIMOHAIBHBIX OEJIKOB TOOAMOBHPYCOB

3alIMTHBIM peakiusaM pacteHus. A — Ouar mupekumn BTM B mmcre N. benthamiana,
uHpuIEpoBaHHOTO BUPYCHBIM BekTOopoM TMV:GFP, B koTOpoM reH Oenka 000JI0YKH 3aMEHEH
Ha GFP, Ha 4 nenw nocine mHmibTpanuu. O6o03HaYeH nepeaHuid GpoHT MHPEKIUH W IEHTP
ouara wuH(pekuuu. MecTo 3apakeHus Ha HMHOKYJUPOBAHHOM JIMCTE BH3YaIM3HPOBAHO C
MIOMOIIBIO Py4HOU KaMepbl u Y D-namiiel. b — cxemaTnueckoe n300pakeHne AeicTBUS (PaKTOPOB
BUPYJICHTHOCTH ToOamoBHpYycoB. NIPHK BupycHOro mpoucXoXAeHHS WHIYIUPYET 3alluTHBIE
mexanu3mbl pactenusi, PTl (PAMP-triggered immunity) u PHKu (PHK wuntepdepenims).
Tpancnioptueiii Oenok (Th) ToGamMOBHpPYCOB, MPOSIBIIAS AKTUBHOCTh Ha mepenHeM (GpoHTe
MH(EKINY, aKTUBHPYET MEKKIIETOUHBIM TPaHCIOPT 3a CUET MOJABJICHHUS 3aIIUTHBIX OTBETOB
PTI, 4ro npuUBOAMT K pacHpOCTpPaHCHHIO HMH(GEKIMU 1O TKaHW. Perunka3Hble Oenku
T0OaMOBUPYCOB MPOSBISAIOT aKTUBHOCTh VSR B 11leHTpe ouara uHdekuuu, noaasnsas PHKu, uto
HNPUBOJNT K 3PPEKTUBHOIN NMPOIYKIIMU BUPYCHOTO MOTOMCTBA. AjantipoBaHo u3 (Huang et al.,
2023).

Knerounbie pakTopbl B cicTeMe B3aUMOAeiiCTBUI BUPYyC-PACTEeHHUE

[IpakTHyecku Bce BUPYCHbIE OelKU 00Jalal0T MYyJbTU(GYHKINOHAIBHONH aKTUBHOCTBIO.
OcHOBHast (yHKUHUS TOrO WJIM MHOTO BHpYCHOro (akropa, Hampumep, perumkasel, Tb, BO
BHUpyca, OeccliopHa U JOKa3aHa MHOYXECTBOM MCCIEJAOBAHUNA, HO BBISBIEHUE JAPYTUX
(yHKIIMOHAJIBHBIX aKTUBHOCTEH Ka)KJOr0 M3 HUX TpeOyeT rIyOOKUX MCCIIEOBAHUN, MOCKOIbKY
BUPYCY Ha MYTH K YCIIEUIHOMY Pa3MHOKEHHIO TpeOyeTcsl MPeoaoseTh MHOXKECTBO 3alllUTHBIX
peakuMid M CTOJKHYTBCS C JIECSATKaMM KIJIETOYHBIX (DaKTOpOB, 00JaJAIONIMX B HOPMAJIbHBIX
YCIOBHAX OAHMMH (DYHKIMSAMH, a B YCIOBHSX cTpecca IpyruMu. Kak ynoMuHanoch BbIlIE,
OeNku BHpyca B3aUMOJECUCTBYIOT C KJIIETOUHBIMHM O€JIKaMH, YTO MOKET UMETh KaK MO3UTHBHBIE,
TaK U HEraTUBHBIE MMOCIE/ICTBUS AJI Pa3BUTHS BUPYCHOM HH(peKIn. MHOXXECTBO HCCleA0BaHNN
OIKCBIBAIOT B3aUMOJIEHCTBUE OENKOB peIUIMKaTUBHOIO kKomiekca M BbO ¢ oTaenbHbIMU
KJIeTOYHbIMU  (akTopamu. OpHako HauOosblIee KOJMYECTBO KIETOYHBIX IapTHEPOB
uaeHTuuuupoano umeHHo ais Th tobamoBupycos. [lo-BuanuMomy, 3TO CBSI3aHO HE TOJBKO C
MYyJIbTU(YHKIIMOHATIBHOCTBIO JIAHHOTO 0Oenka, HO M C TEeM, YTO OTOT O€JIOK MIUPOKO
UCIIOJIB3YETCSI B KAQUECTBE arcHTa Uil U3Y4YEHMs] MEXKIETOYHOTO TPAHCIOPTa B PACTEHHUSX.
Jlodras ucTopusl M3ydeHUs] MEXKKJIETOYHOTO TPaHCIOpTa TOOAMOBHPYCOB IMOKAa3bIBAET, UYTO IO
MEpEe COBEPIICHCTBOBAHUS METOA0JIOTMYECKON 0a3bl MOSIBISIIOTCS JaHHbBIE, KOPPEKTUPYIOLINE
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WM ONPOBEPraronife MpexHue MpeacTaBieHus 0 QyHKIMN U MEXaHU3Max JeUCTBUS BUPYCHBIX
¢dakTopoB. Jlanee mpuBeAEeH aHAIM3 M CUCTEMAaTH3alMsl COBPEMEHHBIX IPEACTaBICHUN O
BBISIBJICHHBIX B UCCIIEIOBAHMSX OJIMKHETO TPAHCHIOPTAa TOOAMOBHPYCOB KIETOUHBIX (pakTopax, a

MMEHHO, 0 nmaptHepax Th.

Bpoxnennsiii ummynuter 1 PHKu, kak npaBwio, AEHCTBYIOT Ha HayallbHBIX ATarax
undexuu (Mandadi and Scholthof, 2013; Moon and Park, 2016; Calil and Fontes, 2017;
Gouveia et al., 2017; Wu et al., 2019). IIpeomosieB 3Ty JMHUIO 3aUIUTHBIX PEAKIHid, BUPYCHBIC
OCJIKM BCTPEYAIOTCSI CO MHOXKECTBOM KIIETOUHBIX (PaKTOPOB, POJb KOTOPHIX B ONMHMCAHHBIX BBIIIC
UMMYHHBIX OTBETaX HE OIpe/ecHa, MO0 OHM SIBISIOTCS YYaCTHUKAMHU HMHBIX OTBETOB B
CHCTEME B3aMMOJICHCTBHI BHUpYyC-pacTeHHe. MHOXXECTBO HCCICIOBAHUN OIMUCHIBACT 3THU
KJIETOYHbIC (DAaKTOPBI Kak OCSIIKU C MPOBUPYCHOM MITM aHTHBUPYCHO# akTUBHOCTHIO (Garcia-Ruiz,
2018; Garcia- Ruiz, 2019). IIpoBupycHbie (HaKTOpbl X03sWHA HEOOXOAUMBI IS TPOXOKICHUS
OCHOBHBIX 93TaloOB IHKJIAa WHQEKIMH H pabOTalOT CHUHXPOHHO C BHUPYCHBIMH (DaKTOpamu.
HampotuB, npoTHBOBUpPYCHBIC (AaKTOPbl XO3sWHA HAICJCHbl HA BUPYCHBIC HYKJICHHOBBIC
KUCJIOTHI WJIM OCNIKW JIUIS YCTAHOBJICHHS 3aIUTHBIX PEAKIMH MM TOPMOXKCHHUS PEHPOTYKIIUH

BUpyca (puc. 3).

AHTUBUPYCHbIE [MpoBupycHble

KNEeTOUHble Avr Myg:mf:::ug::f;b:ble Vir KNeToYHble
dakTOpbI Py P dakTopbI
MNonasneHue AKTUBHAA
penpoayxkummn penpoayKumA
BMpYyca BMpyca
3alnUTHbIE peakuMm KNeTKu

Pucynok 3. biok-cxema, omMchIBarolasi B3aUMOJIEHCTBUE MYJIbTU(YHKIMOHAIBHBIX
BUPYCHBIX OEIKOB C aHTU- WU NPOBUPYCHBIMM KJIETOYHBIMU (akTopamu. B pesynbrare
B3aMMOJICHCTBUS BUPYCHBIX M KJIETOYHBIX OENKOB NMPOUCXOAWUT MOJABIEHUE WM AKTHUBAIHS
3alIUTHBIX OTBETOB KIJIETKH, 4YTO CIOCOOCTBYET AaKTHBHOM BHPYCHOW pPENpOSYKUH WIH
MO/IaBJICHUIO TIOCTICHEH, COOTBETCTBEHHO. AVI, BHPYCHBIA (akTop aBupyieHTHOCcTH; Vi,
BUPYCHBII (DaKTOp BUPYJIIEHTHOCTH.

Th BTM mmpoko ucnonb3yercst B kauecTBe Mapkepa riasmoaecm. Th BTM cnocoben
YBEIMYMBATh MNPOMYyCKHYIO0 crocobHocts [IJI. OpHako, moka HET J0Ka3aTeNbCTB MPSMOTO
B3aumoseictBuss Th ¢ kommnonentamu [1]1, nmpuBosimero k ysennuenuro amnmneptypbl (Reagan

and Burch-Smith, 2020). ITocneanue faHHBIC CBUAETEIBCTBYIOT O TOM, 4T0 Th mepBoHavaIbHO

B3aUMoOJIeicTByeT ¢ (hakTopamu, KOTOopble 3aTeM BiusoT Ha KoHpopmarmio ITJ[. K Takum
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dakTOopaM MOKHO OTHECTH O€lKH, accolmupoBaHHble ¢ Iurasmomecmamu (Dorokhov et al.,
2019), kOTOpBIC BIIOCIEACTBUU HAMIPSIMYIO WM OTOCPEIOBAHHO BIMIOT Ha META00JIU3M KaJLIO3bI
Bokpyr ITJI (Amsbury et al., 2018). Tb BTM sBasiercss MyiabTU(YHKIHOHAIBHBIM OEIKOM,
riaBHas (QYHKIHMS KOTOpPOro — oOecredeHHue MEXKIETOYHOro TpaHcropTa BupycHoit PHK.
[Tomumo nmokanuzanuu B [1/], mokaszano, uro Th BTM cBsizan ¢ memOpanamu OP, akTHHOBBIMU
¢unamenramun u Mukporpyboukamu (Pefia and Heinlein, 2012; Peir6 et al.,, 2014).
[Tpennonaraercs, uto Th pe-nokanuzyercs u3 I1]] Ha MuUKpoTpyOOUKH Ha GoJiee MO3THUX dTanax
UHQEKINH, TTOCKOJIBKY €ro TpaHCIOpTHas (DYHKIUS HE SBISICTCS CYIIECTBEHHOW Ha JaHHOM
stamne. [Iporeacomuas aerpaganus Th MOXKET CIIyKUTh CIIOCOOOM peryisinuu Konndectsa Th Bo
Bpemst pasutus undekuu (Niehl et al., 2012). Dtu MexaHHU3MbI MOTYT MPEICTABIATH COOOM
OpUMEpP <«OIKCIUTyaTalldW» KIETOYHBIX CHCTEM BHPYCOM [UIs 0OOJiee YCIEIIHOTO pPa3BUTHA

uHpexuu (puc. 4).

Hna peanuzauuu cBoux ¢yakuuii Th BTM B3aumonelcTByeT ¢ pa3lIuyHBIMU
KJICTOYHBIMH KOMIIOHCHTAMH, CpEAd KOTOPBIX O€JIKM IHUTOCKEJIeTa, aKTMH W MHO3HHBI,
MeMOpaHHbIE KOMIIOHEHTHI U IIANEePOHBI YHAOIIA3MATHYECKOTO PETUKYITYyMa, TAaKUE KJIETOYHbIC
(dakTophl, KaK MEKTUHMETUIAICTEepa3a, MPOTEHH KHUHA3bl, OCJIKH MEMOpPAaHHBIX KOHTAKTHBIX
caiito, OP u nmnazmatuueckoit MemOpansl. bosee Toro, TobamoBupycusie Th B3auMoaecTByOT
¢ masoii cyoseaunuieii RUBISCO (Zhao et al., 2013) u xommonentamu siapa (Levy et al., 2013;
Levy, 2015).

MHOXeCTBO OIyOJMKOBAHHBIX MCCIEOBAHUI MMOCBSIIEHO Ppa3IMYHbIM KJIETOYHBIM
(dakTopaM, y4yacTBYIOIIUM KaK BO BHYTPH- TaK U B MEKKJIETOUHOM TPAHCIIOPTE HYKJIEONPOTEU1a
ToOaMOBHUpYCa, ILEJbI0 KOTOPBIX sABIseTcs onpenenenne ¢ynkuuu IIJI u  mexaHuzmoB
MEXKJIETOYHOIO TPAHCIIOPTa MAaKpOMOJEKYl1 B pacTeHusax. Jlonrag wHcTOopus U3y4YeHUs
MEXKJIETOYHOTO TpaHCIoOpTa TOOAMOBUPYCOB IOKa3bIBAET, UYTO MO MEPE COBEPIICHCTBOBAHUS
METOJI0JIOTUYECKOM 0a3bl MOSBISAIOTCS JaHHbIE, KOPPEKTUPYIOLIME WJIM OIpPOBEprarolne
MpEKHUE IPEICTaBICHUS 0 QYHKIIMN U MEXaHU3Max JIelCcTBUS BUPYCHBIX (hakTopoB. Hampumep,
U3HavajabHO nosarainock, yto Th BTM sBnsercs uHTerpasbHeM MeMOpaHHbIM Oenkom OP ¢
JIBYMs. ~ TpaHCMEMOpaHHBIMM  JIOMEHaMH,  COCIMHEHHbBIMM  THUAPO(UIBHON  meTiei,
sxcnonupoBannoii B smomen (Brill et al., 2000; Fujiki et al., 2006). BmocaemctBum, 3Ta
TOMOJIOTHYECKasi MOJeNb Obljla CKOPPEKTUPOBaHA, W IIOKa3aHa TecHas mnepudepuyueckas

acconuanus Th ¢ memOpanamu DP co cropons! nuroruia3mel (Peird et al., 2014).
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KNETOYHAA CTEHKA

./J,ECMOprﬁo“l Ka

Accoumnauua
TbcMTun
aKTMHOBbIMM
dunameHtamn

Accouuauusa
T6 ¢ MT

Kannosa

TB (TpaHcnopTHbI 6enok Bupyca)

RGP (reversible glycosylated polypeptide)

SYT1 (synaptotagmin A)
REM (remorin)
ANK (ankyrin)

RTN3/6 (reticulon-like protein B3/6)

MBP2C (microtubule binding protein 2C)

EB1 (end binding protein 1)

@eIvi<|@00

CDC48 (cell division cycle protein 48)

Pucynok 4. Cxemaruuyeckoe NpeICTaBICHHE B3aWMOJEUCTBUN TPAHCIOPTHOrO Oeska
TOOAMOBHPYCOB C KJIETOYHBIMU (PAKTOpPaMHU BO BpeMsi paHHEH (Ha TuaAnupyroneM QpoHTe odara)
U mo3nHel (B meHTpe ouara) crajusx uHeknuu. [lokasan ouar mHpeknuun BTM B mucte N.
benthamiana, unduumpoBanHoro BupycHbiM BekTopoM TMV:GFP, B koTopoM ren Oenka
o0onouku 3ameHeH Ha GFP, Ha 4 nens nocie nnpunbTpannu. O603Ha4YeH JTUAUPYIOIMNA POHT
(panHsisa cTanus) HHPEKIUU U IIEHTp ovara (Mo3aHss cTaaus) nHdeknuu. MecTo 3apaxeHus Ha
MHOKYJINPOBAHHOM JINCTE BU3YAJIU3UPOBAHO C IOMOIIBIO pPYyYHOI Kamepsl u Y @-nammnsl. [1kana
200 mxmM. ITJI — nmnasmonecma; OP — sppomazmaTudeckuil petukyiaym; Al' — annapar I'onsaxu;
MT — mukpotpy6oukwu; PTI - PAMP-triggered immunity.
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Beaxu nurockesaera

[urtockener u DP mpencTaBisOT coOOW TUHAMHYHYIO CETh, KOTOpas y4acTBYeT BO
MHOTHX KJIETOYHBIX MPOLIECCaX, B TOM YUCJIE U BO BHYTPHUKJIECTOUYHOM CEKPETOPHOM TPaHCIOPTE
(Ueda et al., 2010; Wang et al., 2018). Mem0Opannas cucrema DP HCIIOIB3YET IUTOCKEIET IS
peryJiMpoBaHusi MHOTUX (PU3UOJIOIMUYECKUX MPOLECCOB, B TOM YMCIIE U AJIS JOCTaBKU OEJIKOB Ha
nepudeputo kxinetku u B IIJI. LluTOoCcKenmeT coCcTOMT W3 MHUKPOTPYOOUEK M aKTHHOBBIX
(GUITaMEHTOB W UTpaeT JKU3HCHHO BAXHYIO POJIb B TMOJACPKAHUU KIETOYHOW CTPYKTYPHI,
BHYTPH- U MEXKKJIETOYHOTO TpaHCIopTa OeIKOB M curHainbHBIX Mosiekyi (Wang and Mao, 2019).
[Tonumanue Toro, kak Th BTM B3auMOJEHCTBYET C ITUTOCKEICTOM KJIETKH M OeJIKaMu,
CBSI3AaHHBIMHU C ITUTOCKEJIETOM, HEOOXOAUMO JIs MOHUMAaHHSI MEXaHU3MOB, JICKAIINX B OCHOBE
unpexkuu u pacnpocrpanenus BTM. Tb BTM B3aumoneiicTByer ¢ MHUKpPOTpyOOUKaMu u
AKTUHOBBIMU (PUIIAMEHTaMHU ITUTOCKENeTa KIJIETKU, a CTPYKTYPHBIE U CBSI3aHHBIE C HUM OCJIKHU
o0OecrieunBarOT BHYTPU- U MEXKIETOUYHBIA TpPAHCHOPT BUpYyca BO BpeMsi HHPEKIUH. OTU
B3aUMOJICHCTBUSI UMEIOT pElIaroliee 3HAYCHUE /I BHYTPHUKJIECTOUYHOTO TPAHCIOPTAa BUPYCHOMU

PHK « T/

Mukpompybouxku u myoyaun. MUKpoTpyOOUKH TPEACTABISIIOT COOOW IMIMHIPUYECKHE
CTPYKTYpBI, COCTOAILINE M3 TyOynWHA, M HUIPAIOT KIOYEBYI0 pOJb BO BHYTPHUKIETOUYHOM
tpaHcropte u jaenenun kiaerok (Sedbrook, 2004). Panuue ucciaeqoBaHus BHYTPUKIETOYHOIO
TpPaHCIIOPTa BUPYCOB B OCHOBHOM (DOKYCHPOBAIUCh HAa M3yueHUU cBsizu Mmexay Tb BTM u
mukporpyboukamu (McLean et al., 1995; Heinlein et al., 1998). Coobmanock, 4To CBA3bIBAHUE
Tb ¢ MukpoTpybouKamMu MpoucxoauT, Onaroaaps Hanuuuio y Th TyOynnH-ogoOHBIX MOTHBOB,
NOXOXKHMX Ha Te, 3a CYeT KOTOPHIX (OPMUPYIOTCS KOHTAaKThl MEXAYy MpoduiIaMeHTaMu
mukporpybouek (Ashby et al., 2006) (Boyko et al., 2000a). Bruta BeIABHHYTA TMITOTE3a, YTO
JTMHAMUAKAa MHKPOTPYOOYEeK Ha IepeTHeM Kpae MH(EKIHH CIIOCOOCTBYET BHYTPHKIETOUYHOMY
tpancnopty Th mnmn xomrutekcy Th ¢ PHK « T1J] (Boyko et al., 2000b, 2007). B mone3y 3Toit
TUMOTE3bl, JMHUM Tabaka C Je(eKTHOW JTUHAMUKON MHMKpPOTPYOOUYEeK JAEMOHCTPUPYIOT

CHIDKEHHYIO BocipurMuKrBOCTh K HHMekin BTM (Ouko et al., 2010).

OpHAako HEKOTOpBIE HCCIIENOBaHMS OCHApHUBAIOT BaXHOCTh B3aumonencTus Tb u
Mukpotrpybouek nans nepemeunieHuss Th u kommiexka Th ¢ PHK. Hampumep, Hapymienue
CTPYKTYpPbl MUKPOTPYOOUEK WM MOJUMEpPU3aNU TYOYIHHA C TOMOIIBIO Pa3IMYHBIX BEIIECTB, a
TaK)Ke€ MHIYKIUS CAalJIEHCMHTa TeHa TyOyJMHa HE BIMSUIM Ha MEXKJIETOYHOE IMepeMellleHre
BTM, a myranuu B rene Th BTM, npuBoauBIIMe K CHIKEHHIO CPOJCTBA K MUKPOTPYOOUKaM,

He TpensaTcTBOBaNM  pacmpoctpaHeHuto Bupyca  (Gillespie et al., 2002). bsuio
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MPOJEMOHCTPUPOBAHO, YTO HMHTUOUTOPHI MOJUMEPU3ALUN MHKPOTPYOOUEK, KOJXUUUH U
OpH3aJIMH, HE TPEJAOTBPAIIAOT BHyTpuKIeTouHoe nepemenienue Th k ITJ] (Wright et al., 2007).
OnHako 3KCTIEpUMEHTAIBHBIN MOX0/1, OCHOBAHHBIN Ha ()apMaKOJIOTHIECKHX WHTHOUTOpaX, ObLI
OCIIOPEH, U HE3aBUCHUMBIN OT MHUKPOTPYOOUYEK BHYTPUKIETOUHBIN TpaHcrnopT Th Ol mocTaBieH
nog comuenue (Seemanpillai et al.,, 2006). Tem He wMeHee, OOIIECIPU3HAHHO, YTO
B3aumozeiictBue Th u MUKpOTpyOOUEK UIpAaeT BaKHYIO POJib B JIOKAIBHOM paclpOCTPAaHEHUHU
BTM, HO, BO3MOXHO, HE SBJISIETCS HEOOXOIUMBIM /Jisi onocperoBanus nepementenust Th k T1J]
(Liu and Nelson, 2013). Ha mno3gumx cragusx uHbekuuun Th BTM acconmmpoBan ¢
MHUKPOTpPYOOUKaMH, HO OCTaeTCs HEMOABWXKHBIM. Bo3mokHo, Takum obpazom Th BTM

HAaIpaBJseTCs 10 MyTH Jerpagalum, Jaxe eciu oH He youkButunuposaH (Ashby et al., 2006).

benok 2C, accoyuuposannwiii ¢ muxpompybouxamu (MPB2C). B N. tabacum 0Obu1 HaiiaeH
accoIMUpOBaHHbIM ¢ MuUKpoTpyooukamu Oenok 2C (MPB2C), ¢ koropeiM cBsizbiBaetcs Th
(Kragler et al., 2003). /Iyt BBIACHEHHS POJIH 3TOI0 B3aUMOJEHCTBHS B Pa3BUTHH WH(PEKIUK ObLI
ucciaenoBad kak s¢dekr mossiuennoi sxcnpeccun (Kragler et al., 2003), tak u mposeneH
Hokayn rena MPB2C ¢ nomormisio Bupyc-unayiupyemoro caiiecunra reoB (VIGS, virus-
induced gene silencing) (Curin et al., 2007). IToka3aHo, 4TO TpaH3UCHTHAS CYIEPIKCIPECCUs
MPB2C otpuiarenbHo BIuseT Ha Mexkiaerounsiidi Tpancmopt Th B N. benthamiana, camxkas B
nBa pasa d3ppekTUBHOCTH nepexona Th u3 kinerku B kietky. Takke MEHsIIaCh BHYTPUKIICTOYHAS
nokanmm3amms Th: HaOmomanock mepepacnpeneneHne Oenka B 00JacTe MUKPOTpYyOOueK u
CHIDKEHHE ero KOHIeHTpanuu B paiioHe miasmonecm (Kragler et al., 2003). Omnaxo,
HEOXHJIAHHBIM SIBUJICA TOT (PaKT, yTo nojasieHue sxcnpeccun MPB2C He okazano BAMSHUSA HU
Ha MeXKJIeTouHbli TpaHcnopT Th, Hu Ha pacnpocTtpanenue nHdpexkuun BTM. XoTts, kak u npu
cymepaIKcnpeccuu, B ycioBusx HokaayHa MPB2C nHabmomanoch OTYETIMBOE HW3MEHEHUE
BHyTpuKJIeTouHOro pacnpeneierus Th. [Ipu camxkennoit sxkcnipeccun MPB2C Th npaktuyecku
MOJTHOCTRIO ~ TIepepachpesieNsuics B O0NacTh  IUTa3MOAECM, Tepsis KOJOKAJIHM3aIHMI0  C
mukpoTtpyooukamu (Curin et al., 2007). CornacHo npemiokeHHOH aBTopamu monenun MPB2C
«3anepxuBaer» Th Ha MUKpOTpyOOuKax, MPENATCTBYS TaKMM 0Opa3oM €ro MepeMelleHUIo B
obnactp IIJI, uto Bieder 3a coboil cHMKeHUE A(P(HEKTUBHOCTH MEXKKJIETOYHOIO TPAHCIIOPTA.
[To3xe OBUTM TONXYyYEHBI IOMOJHHUTEIbHBIC TaHHBIC, CBUICTEILCTBYIONINE B IOJIB3Y TaKOH
MoJieNd. Bbuto mpoieMOHCTPUPOBAHO, YTO TPAHCTEHHO 3Kcnpeccupyemsblii romosor MPB2C u3
Arabidopsis thaliana, ciuteiit ¢ GFP, GFP-AtMPB2C, npupmaer ycTOYMBOCTh pPAacTEHHIO K

tobamoBupycHoit napeknnn ORMYV (Ruggenthaler et al., 2009).

Taxum 00pa3zom, coryiacHo BbllENpHUBeAeHHBIM AaHHbIM, MPB2C npexacrasnser coboit

KJIETOYHBIN (i)aKTOp, MOBBIIICHHUE KOHICHTPAIUU KOTOPOTO B KJIIETKE IMPUBOAUT K YCTOI\/'I‘—II/IBOCTI/I
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K ToO6amoBHupycHOW MH(peku. OIHAKO, OTCYTCTBUE CTUMYJIUPYIOIIETro 3¢ dekra Ha pa3BUTHE
UHQEKIMY B YCIOBUSX NojaBieHus skcrpeccun MPB2C He mo3BoisieT 0JJHO3HAYHO OTHECTH

ATOT KJIETOYHBIN (PAKTOP K AaHTUBUPYCHBIM.

[Ipennonaraercs, yuto MPB2C, sBisieTcsi KOHCTUTYTUBHO JKCIPECCUPYEMBIM OEJIKOM,
YYaCTBYIOIIMM B TapreTHMHre K IUIa3MOJIeCMaM DPAa3JIMYHBIX MOJIEKYJ, B TOM YHUCIE OEJKOB,
CHHTE3MPYEMBIX B OIHOMN KJIETKE W HPOSBISIOMUX cBOIO ¢yHkuuio B apyroi (NCAP, non-cell
autonomous protein). Ha ¢one BupycHoil nHEKINH, B TOM YHciIe TOOAMOBUPYCHOH, IMTOKa3aHO
HAKOILJICHHE 3TOro Oenka B WHQUIMPOBAHHBIX TKaHAX. HO OTKpBITBIM oOcCTajcs BOIpOC 00
ypoBHsx 3kcnpeccun MPB2C Ha pa3nuuHbIX 3Tanax MHQPEKIUHA, OCOOCHHO paszIuyus MEKIY
JUIUPYIOIUM KpaeM U BHYTpeHHeH oOmnacteio (okyca mHpexkumn BTM. Taxke Bo3HUKaeT
BONIPOC, HWHAyIUpYyeTCs WM Tnonasisercss dSkcrnpeccus MPB2C wa HavanpHBIX —cTamusix
BUpycHOM uH(pekuuu. K nmpumepy, eciau Ha auaupyomeM kpae uHpekuuu ypoBeHb MPB2C
HU3KHUI WM CPAaBHUMBIN C YPOBEHEM B KJIETKaX MHTAKTHOTO JiHCTa (T.€. 0a30BBIM YPOBHEM), TO
HEraTuBHOTO 3¢ (eKTa Ha TPAHCOMPT BUpYyca OEIOK HEe OKA3bIBAET, B TO BPeMsI KaK BHYTPH odara
ypoBerb  MPB2C wMoeT OBITh MOBBIIIEH, YTO NPUBOAUT K CHUKEHUIO 3(PPEKTHBHOCTH
OJINKHETO TpPAaHCIIOpTAa W pelIOKAIM3aluu WM <«3ajaepkuBaHuio» Th Ha Mukporpyboukax
(Heinlein et al.,, 1998). Hakomnenune MPB2C B meHTpe ouara MOXET CIOCOOCTBOBATH
perIMKaluy BUpyca, B KOTOpoid mpuHuMaeT yyactue Th. A moHu>keHHBbI nin 6a30BbIi YPOBEHb
Ha TIEpeHEM Kpae, BEPOSTHO, CIOCOOCTBYET WJIM HE TPEHSITCTBYET KOPPEKTHOMY
BHyTpHKIIeTOUYHOMY niepemenienuto Th k I1/], coorBercTBenHo. DyHKIHSA 3TOTO (haKTOpa MOKET
OBITH J1yaJbHOM: MOBBIIICHHBIE KOJMYECTBA B 04are CocoOCTBYIOT PEIIMKAIMH, a TIOHMKEHHbIE
YPOBHM Ha JIMAMPYIOLIEM Kpae — MEXKJIETOYHOMY TpaHCHOPTY BuUpyca. Takum obOpazom,
cBsa3biBanre Th ¢ MPB2C BaxkHO B MpOCTpaHCTBE M BPEMEHH, BOZMOXKHO, MPU MOMOUIN 3TOTO

Oenka MPOUCXOIUT NMEpKIoYeHHE (PyHKIMOHAIBbHOM akTuBHOCTH Th.

benox EBPI, ceazvisarowuti muxkpompybouxku. EBP1 eme ogun 6eok, acCOIMUPOBaHBIM
C MHUKPOTpYOOUYKaMH, JIUISI KOTOPOTO MOKa3aHa KOJOKAIU3allus U B3auMojeicTBre iN VIVO u in
vitro ¢ Tb BTM. Tpausuentnas cynepakcnpeccuss AtEBP1:GFP mnpuBogut cHuxeHHIO
s dekTuBHOCTH MeXKIeToyHoro TpaHcrmopra BTM (Brandner et al.,, 2008). B nucthax c
noBbIieHHON dkcnipeccueit AtEBP1:GFP Tb nmokanu3yercs B acCOMAIAN ¢ MEKPOTPYOOUIKaMHU
Ha TIepeJlHeM Kpae WH(EKIMH, YTO BIIOJHE MOXET OBITh CJIEICTBHEM B3aWMOJICHCTBHS JTHX
6enkoB. [Torenunansno MPB2C u EBP1 MoryT cOBMECTHO UTparh poiib B peryisiiuu (pyHKIHiA

Tb BTM.
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Axmun. AKTUHOBBIE (HIAMEHTHI HEOOXOIUMBI I MOAJEpKaHUSA (POPMBI KIETKH M
oOecrieyeHns BHYTPUKIETOYHOTO TpaHcnopTa. beuto mokaszano, uro Th BTM B3aumopeicTByeT
C aKTHMHOBBIMU (PpUIAMEHTAMHM M KOJOKAJH3YeTCs] C aKTHHOM B WH(HUIIMPOBAHHBIX KJIETKAX
(McLean et al., 1995; Hofmann et al., 2009). D10 B3aumojciicTBHE HapymIaecT HOPMAIbHYIO
OpraHU3alUI0 aKTHHOBBIX (PMJIAMEHTOB, YaCTO MPUBOJIA K 00pPa30BaHUIO IUIOTHBIX CETel aKTHHA,
KOTOpBIE CIIOCOOCTBYIOT MEXKIECTOYHOMY TPAHCIIOPTY BUpyca. Takas mepecTpoiika akTHHOBBIX
HUTEW HUMeeT pemiaroniee 3HadeHue ans dddexkruBHoro pacmpocrpanenuss BTM Buytpu
pacrenust (Su et al., 2010). Baknast ponb akTHHOBBIX (HIaMEHTOB ObLia MmokaszaHa s Th
TVCV. B otimmune ot Th BTM tpancnioptHseiii 6enok TVCV He cBsS3aH ¢ MUKPOTPYOOUKaMHU.
Bwmecto storo Th TVCV npoHukaer B sapo U B3aUMOACUCTBYET TaM ¢ (punamenTamu F-aktuHa,
accoUuupoBaHHbIMU ¢ XpoMaTuHOM. BuyTpu sapa Th TVCV konokanusyercs ¢ rucronom H2B,
a KOJIOKaJM3allMU C sPBIIIKaMu Wi Tenblamu Kaxains obGuapyxeno He Obuto (Levy et al.,
2013). Ot pe3yabTaThl CBHACTENBCTBYIOT 0 TOM, 4T0 Th TVCV MOXeT HampsMyro BIHATh Ha
JUHAMHUKY SIIGPHOTO aKTWHA, HW3MEHSAA SKCIPECCHI0 TIE€HOB, YTO IOTEHIHAJIbHO MOKET
yBenuunBath BUpyJaeHTHOCTh TVCV. [loka3aHo, 4TO Takue B3aMMOJCHCTBHSI HEOOXOAUMBI IS
s¢¢dexTuBHOrO JoKanbHOro pacnpocrpaneHuss TVCV  u  cucremHoro 3apaxeHus N.

benthamiana and A. thaliana (Levy et al., 2013; Levy, 2015).

Momopnvie b6enku. MoTOpHBIE O€IKH, TaKe KaK KUHE3UH, TUHEUH U MHO3UH, OTBEYAIOT
3a TPaHCIOPTUPOBKY BHYTPUKIIETOUHBIX KOMIIOHEHTOB IO MHUKPOTPYOOUKaM M aKTUHOBBIM
¢unamentam. Tb BTM B3aumoaeicTByeT ¢ STUMH MOTOPHBIMHU O€JIKaMM, U1 OHU BOBJIEKAIOTCS B
pa3ianuHble cTaguu nepemeleHus supyca. Muosunsl XI-2 u XI-K nmerot pemaromiee 3HaueHne
ISl BHYTPUKJIETOUHOTO Tiepemenienns BTM, ydacTByst B TpaHcnopTe, cBs3anHoM ¢ DP (Harries
etal., 2009; Amari et al., 2014). A muosunsl VIII-1, VIII-2 u VIII-B BoBneuens! B Tpancnopt Th
BTM « I1J] (Amari et al., 2014).

IlogBoass wmTOr, MOXKHO CcKa3aTb, 4To B3aumozeiicteue Th BTM ¢ murockereTom
SBJISIETCSI BaXHEWIIIUM aCIEKTOM TIEPEMEIICHUs] W MaTOreHHOCTH BuUpyca. CBS3BIBAsCh C
MUKpPOTPYOOUKaMH, AaKTUHOBBIMH (PHIIaMEHTAaMH U MOTOpHbIMH Oenkamu, Tb obneryaer
Tpancnopt BupycHoii PHK k miasmoznecmam u ee mociaeayroomuil nepexo1 B COCEAHUE KIETKHU.
bonee Toro, Tb TVCV nponukaer B siapo, rae accomuupyercs ¢ F-aktunoM u ructonom H2B,
YTO, KaK MPEIOIaraeTcs, BIUSIET Ha SICPHYIO TMHAMUKY U, BO3MOXHO, Ha SKCIIPECCHUIO T'€HOB.
OTH  B3aWMOJCHCTBHSI HE TONBKO CHOCOOCTBYIOT dS(QPEKTHUBHOMY pPacIpOCTPAHEHHIO
TOOAMOBUPYCOB BHYTPU PACTEHHsI, HO M WILTIOCTPUPYIOT CIOXKHBIE CTPATETHH, KOTOPHIE BUPYCHI
WCIIONIB3YIOT ISl DKCIUTyaTaluu (yHKIHOHANA KJIETKU. [109TOMy KOMITOHEHTHI IUTOCKENETa,

HECOMHEHHO, MO’KHO paccMaTpuUBaTh KakK KJIETOYHbIE (PaKTOpbI, HEOOXOIUMBIE ISl BUPYCHOMN
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uH(pEKIr, TO ecTh MpoBUpYycHbIe. OMHAKO HEKOTOPBhIE KOMIIOHEHTHI, Hampumep, MPB2C u
EBP1, BO3MOHO, HE SBIAIOTCS CTUMYJIATOpAMH BUPYCHOM MH(EKLINH, a CKOpee peryasTopaMu,

KOTOPBIC OTIOCPEIYIOT MEPEKIIOUCHIE MEXKIAY PA3IMYHBIMUA CTAJAUSIMH ITPOLIeCcca HHPESKITUH.

beakn MeMﬁpaHHbIX KOHTAKTHBIX CAalTOB

Memb6pannbie koHTakTHBIE caiiTel (MKC) — 310 o0mactu, rae MeMOpaHbl pa3IndHbIX
OpraHeiyl WM KJIETOYHBIX KOMIIAPTMEHTOB (DM3MYECKH B3aMMOACUCTBYIOT, HO HE CIIMBAIOTCS
(Baillie et al., 2020). Otu yuacTku ObUIM BIIEPBBIC OXapaKTEPHU30BAHBI M3-3a UX KPUTUYCCKOMN
pPOJIU B HEBE3UKYISIPHOM TPAHCIIOPTE MaJbIX MOJIEKYI, JIMIIUJOB U BHYTPHUKIETOYHOM OOMEHE
nonamu kanbims (Burgoyne et al., 2015; Bayer et al., 2017; Petit et al., 2019). MKC conaepxar
OTpeieIeHHBI Ha0Oop OENIKOB M JIMIUI0B, KOTOPhIE MMEIOT pelIaroliee 3HaYeHUe I THOKOCTH
MEeMOpaHbI, OHH CIIY’)KaT MECTOM COOPKH peryisTopHbIX OelkoBbix koMmiuiekcoB (Prinz, 2014).
CrnenuanusupoBanisie MKC mexay DP u mmasmarudeckoir mMemOpanoi (I[IM) cuuTarorcs
CTpyKTypHbIMH KoMmmoHeHTamu [1/I: mecMoTpyOouka, HEMpEepBhIBHO MPOXOAIias 4epe3 KaHal
[T/1, TecHo mpwmiteraer k I[IM (~10 HM) U «cBsi3aHa» ¢ KaHAJIOM CIHIICTIONO0HBIMU OCIIKAMH,
UJICHTUYHOCTh U (DYHKIIMU KOTOPBIX SIBJISIIOTCS MpPEAMETOM MHOrux uccienoBanuii (Tilsner et
al., 2011, 2016; Brault et al., 2019). B cooTBeTCTBUH C CYIIECTBYIOIIUMH MOJEISIMH TPAHCIIOPT
Mosnekyn uepe3 IIJ[ mpoucxomur depe3 wmUTOIUIA3MaTUYECKUM MpocBer Mexay IIM wu
JEeCMOTPYOOUKOH, U Kajjio3a, OKpy)Karollas KaHaj, SBJISETCSI OJJHUM U3 OCHOBHBIX PETYJSATOPOB
pasmepa »storo mpocBera. OIHAKO BBISBICHHE BCE OOJBIIEr0 KOJMYECTBA YYaCTHUKOB
perymsiuuu nponunaemoctu I1J] u 6enkoB, cs3anHbIX ¢ popmupoBanueM MKC B [1/1, roBopur
o cymectBeHHo ponu MKC B QopmupoBanuu, u3MeHeHUH GOPMBI U TPABHIHHOM
¢yuxkunonuposanun I1J1 (Tilsner et al., 2016; Brault et al., 2019). B koHTekcTe BHPYCHOMN
uHpekunu MKC wmexny OP u IIM B ob6nactu IIJ], paccmarpuBaroTcsi Kak CTPYKTYpBI,
UCIIONIb3YEMbIE BUpyCaMH Kak JUIsl TpaHCIoOpTa, TaKk W Ul pemukauuu. bbwiio
UICHTU(HUIIMPOBAHO HECKOJbKO OenKkoB, ydacTByrommx B momaepkannu MKC (Levy and
Tilsner, 2020). Cpenu HEUX ecTh OEJKH, KOTOPBIE, Kak OBbLIO MMOKa3aHO, B3auMoeicTBy0T ¢ Th

TOOaMOBUPYCOB.

Synaptotagmin A (SYTA, SYT1). Cunantorarmun A A. thaliana (SYTA, wm SYTI)
ABIIIETCS WIEHOM Ooiblioro cemeiictBa cuHanTorarMuHoB (SYT), romonoru KOTOpBIX
NPUCYTCTBYIOT Yy BceX dykapuoT. SYT1 perynupyer 3HIOIHUTO3 M y4acTBYET B PEIUPKYIISIIUN
9HJIOCOMAJILHBIX BE3WKYJ BO BpeMs BUpyCcHO# uH(pekuuu. OH ydacTByeT B (OPMHPOBAHUU
y4acTKoB KoHTakTa DP-IIM, siBisisce oquuM u3 «cBsi3biBaronuxy» Oenkos (Tilsner et al., 2016;

Pankratenko et al., 2020). IIpogeMoHCTpHPOBaHO, YTO ABa APYrux cuHantorarmuHa, SYTS u
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SYT?7, BzaumoneiictBytoT ¢ SYT1 u takxke HeoOXoaumsel 11t opMupoBanusi KoHTtakTa DP-TIM
(Ishikawa et al., 2020). BonmpmmucTBO MKC, conepxamux SYT, nokamu3yrorcst B paiione I1]]
(Levy et al., 2015; Ishikawa et al., 2020). beuto mokasano, uto SYT1 sBisieTCs KIECTOYHBIM
daktopom, B3aumozeicTByromuM ¢ Thb BTM u cnocoOctBytonuM ero HakorwieHuto B I1J1.
[TonaBnenue mexkiaeTounoro Tpancrnopra Th BTM 0b110 mpoaeMOHCTpUPOBaHO B TPAHCTEHHOM
muaun A. thaliana ¢ nopaenenHoi skcnpeccuein SYT1 u B pacrenmsx N. benthamiana c
TPaH3MEHTHOM JKCIpeccuell JOMUHAHTHO-HeraTuBHOro myranta SYTA (Lewis and Lazarowitz,
2010). TTozauee Obut0 MokazaHo, yto Th BTM u Th TVCV Hampsimyio B3auMOJCHCTBYIOT C
SYT1, npu srom SYT1 Heobxoaum s qoctaeku 3tux Th B I1/1 (Uchiyama et al., 2014). Bonee
TOro, moka3aHo, uTo mepBbie 50 N-KOHIEBBIX aMHHOKHUCIOTHBIX ocTatkoB Th BTM,
pacrio3HaBaeMbIX Kak ero curHai Jiokanusanuu B I1]] (PLS, plasmodesmata-localization signal)
(Yuan et al., 2016), neoOXoaMMbl M JOCTaTOYHBI JUIs B3ammozehctBus ¢ SYTI u mis
gokamm3amun Th B IIJI (Yuan et al., 2018). Opnako, 4yTh MO3[HEE Ta € TpyIIa
uccienoBareneii maeHTU(UIUpOBaIa JBa JOIMOJHUTENBHBIX JoMeHa Tb, comepkammx
aMUHOKUCIJIOTHBIE ocTaTku ¢ 61 1o 80 u ¢ 147 no 170, xoTopsie oTBeUaroT 3a Jokanuszauuio Th B
IT]] Bmecte ¢ ocuoBHbIM curHanom PLS (Liu et al., 2020). 13 stux aByx J0MeHOB mepBblii (61-
80), xak Oputo TmoOKa3zaHo, B3aumojeiicteyer c¢ SYTI1. J[lpyroe wuccienoBaHue
MPOJIEMOHCTPUPOBATIO BaXHYIO poyib Tpex cuHanrtotarmuHoB, SYTI, SYTS u SYT7, B
dopmupoBannun MKC mexny DOP u I[IM, ocobenno B obnactu I/, m ux 3HA4YeHWe s
HepeMelleHIsI BUPYCa OT KJIETKH K KiieTke. B TpoitHoM MyTtanTe apabumorncuca Sytl/syts/syt7 Th
YoMV, cautsiit ¢ GFP, ne nokanuzoBancs B [1/], 1 ero MeXKJIETOUHBIM TPAaHCTIOPT OBLT PE3KO
CHW)XKCH TI0 CPAaBHEHUIO C TPAHCIIOPTOM B PACTEHUSX JUKOTO THIA. IHTEpECHO, YTO OJMHOYHBIC
MyTaHThI Sytl, sytS unu Syt7 moanepxkuBanu 3gppexkTuBHOE pa3BuTHe UHPekn YoMV, kak u
pacTeHus IUKOTO TUMA, B TO BpeMs KaK JIBOWHBIE U TPOWHBIE MYTaHThI OBLITM MEHEE TOJIEPAHTHBI
k Bupycy (Ishikawa et al., 2020). SYT1 He siBiusiercss HEOOXOMUMBIM JUIS MEXKKIECTOYHOTO
TpaHCIIOpTa TPAJMIMOHHO cekpeTupyembix OenkoB (Thomas et al., 2008; Levy et al., 2015;

Ishikawa et al., 2020), HO HEOOX0 UM TS JTOKaTM3auu TobamoBupycHbIXx Th B T1/1.

Taxum oOpa3om, cornacHo uMmeromuMes JaaHabiM, SYT1 ucnonb3yercs TodaMoBUpycaMu
st ooecrieuenust gokanuzanuu Th B [1/] u HeoOxonum ans npoayktuBHol nHexuun BTM u

TVCV.

Pemopunsi. B nnasmarndeckux memOpanax pactenuid u I1J[ oOHapyxmuBaroTcs Oenku
pemopunbl  (REM), 1ms KoTOphIX XapakTepHa JIOKaIM3alus B JIMIUAHBIX HAHOJOMEHaX,
oboramieHHbIx crepoiamu u pochomumumamu (Gronnier et al., 2017). CemelicTBO peMOPHHOB

MpEJICTaBICHO OeIKaMu, PEryJupYIOUMMHU anepTypy U (YyHKIUMOHAIBHOCTh IIa3MOJIECM U
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3agKOpPEHHBIMU B IIa3MaTHdyeckoii MemOpane pactenmii (Jarsch and Ott, 2011; Perraki et al.,
2018; Gouguet et al., 2021). OHu UrparOT BaXHYIO POJIb B OTBETaX PACTCHUI Ha pa3IH4YHbBIC
CTpecCcoBbIC BO3JICHCTBHS, B T.4. Ha BUpycHyto uHdpekiuio (Raffaele et al., 2009; Perraki et al.,
2014; Sasaki et al., 2018). Pemopunusr N. benthamiana, npunamiexammue k rpymme 1,
NabMUTOMIMPOBaHbI M jokaau3oBansl B [IM (Ma et al., 2022). 13 deThipex BBHIOPAHHBIX IS
aam3a NbREM rpynmer 1 (NDREMI.1, 1.3, 1.5, 1.8) Tompko pemopun NbREMI.5
IPOJEMOHCTPUpPOBaAJI BIMsiHME Ha OmwkHuil Tpancopr TMV:GFP: cBepxakcnpeccus
NbREML1.5 momasmsiia tpancmoptr TMV:GFP, B To BpeMs Kak €ro HOKIAyH MPHBOIMI K
CTHUMYIIALUU MeXKieTounoro tpancrnopra TMV:GFP (Ma et al., 2022). MyraHTHbIE BapHaHThI
NbREMI1.5, numienHbie NaapMUTaTa, HAKAIUTMBAIKCH HA 00Jiee HU3KUX YPOBHSX U HE BIHMSIN HA
onocpenoBaHHbli Th MEXKIETOUHBI TPAHCIOPT PEMOPTEPHOM MOJIEKYJIbI, IIO3TOMY JTa
Monudukanus cuuTaerca HeoOxomumon mna  ¢yHkiuonupoanus NbREMI1.5. Ilomumo
npsimoro B3aumozeicteus ¢ Th BTM, NbREMI1.5 ctumynupoBail 0TJI0KeHHE KaI03bl BOKPYT
I111. Takum 00Opa3om, aBTOpHI MPEANOIATAIOT, YTO CYIIECTBYET JBa MEXAaHU3Ma, JICKAIIUX B
ocHoBe crocodnoctn NbREM1.5 orpannumBath MeXKIeTO4YHBIH TpancropT BTM: HeraTtuBHas
perynanus MpomyckHo crmocoOHoctu [/l myTeM OTHOXEHHS Kauio3bl W BIUSHUE Ha
dyukironuposanue Th myrem B3aumoseiicteus ¢ HuM (Ma et al., 2022). HecmoTps Ha TO, 4TO
imssaue NDREM1.2 N. benthamiana na tpancniopr BTM He uccienoBaHo, HO oxapakTepr30BaH
NtREM1.2 u3 N. tabacum (Sasaki et al., 2018). NtREMI1.2, B orauuune ot NbREMI.5,
CTUMYJIHMpYET JIOKalbHOE pactpocTpanenue ToMV mpu okcopeccun B pacreHusix  N.
benthamiana. Bosee Toro, moka3aHo, 4To OH HampsiMyro B3aumojeilictByer ¢ Tb ToMV B
cucTeMe OMMOJICKYJISIpHO# KomiuieMeHTauu ¢uryopecteniu (BiFC). BaxHo oTMeTHTh, 4TO
pa3iuyHBle WIEHBI CEMEHCTBAa PEMOPHWHOB OKAa3bIBAIOT MPOTHBOIOJIOXKHOE BIUSHHE Ha
BUpPYCHBI  Tpancnopt. Hampumep, StREM1.3  Solanum  tuberosum mnpenstcrByer
Mexkinerounomy Tpancnopty Thb BTM u TGBpl PVX (Raffaele et al., 2009; Perraki et al.,
2014), Ho ctumynupyeT OnvokHUE Tparcnopt TUMV u Bupyca kaprodens A (PVA) (Rocher et
al., 2022).

[lonBoass wTOr, MOXHO CKa3zaTh, 4YTO PEMOPHUHBI, SBIAOLIMECS  OEIKaMH,
JOKaJIU30BaHHBIMU B HaHoxoMmeHax [IM, perymupyror nponumaemocts IIJ], BiamsAroT Ha
OTJIOKEHUE Kalo3bl B I1]1, UrparoT BayKHYIO POJIb B MEKKJIETOYHOM TPAHCIIOPTE BUPYCOB, B TOM
yucie TooamoBupycoB. OgHaKo U3-3a pa3nuuuid B 3pdekrax ux Henb3s OJHO3HAYHO OTHECTH K

MIPO- WK IPOTUBOBUPYCHBIM KJIETOYHBIM (haKTOPaM.

Pemuxynonwi. TlpoctpanctBo mexay IIM u necmorpy6oukoit B kanaine I/l 3amonneHo

OenkamMu, O0Opa3ylOIIMMH  CHHUIIEO0pa3Hble CTPYKTYpbl, CpPEAM KOTOPBIX OOHApY>KEHbI
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cuHarnrorarmunbl, Oenkum VAP  (vesicle-associated membrane protein (VAMP)-associated
proteins) u perukynonsl (Schapire et al., 2008; Wang et al., 2014a). Takoit oOmMPHBIH
OETKOBBI KapKac JeCMOTPYOOYKH, BEPOSATHO, NPUAAET 3TOH CTPYKType 3HAYUTEIbHYIO
KECTKOCTb, olecreunBas OblcTpoe pemozaenupoBaHue memOpan BHyTpu IIJI m obGuseruas
JUHAMUYECKHI KOHTPOJh Haj pasmepom ameprypbl (Knox et al.,, 2015; Sun et al., 2019).
Perukynonsl (RTN) — 3T0 nHTErpanbHbie MEMOpaHHbBIE OCIKH, KOTOPhIE MOTYT 00pa30BhIBAThH
JUMEpBI WM OJTMTOMEPHI U, TAKUM 00pa3oM, CO3/1aBaTh JOKAJIbHBIC HANPSHKEHUS, BBI3BIBAIOIINE
n3rubanue u (QopMmupoBaHue MeMmOpaHbl. YileHbl 3TOro cemeicTBa OOHApYXEHbl y BCeX
sykapuot (Yang and Strittmatter, 2007). RTN npenMyIiecTBEHHO JOKaIH30BaHbl B DP 1 urparot
[EHTPAIbHYI0 POJb B OOECIeUeHUH NpaBWIbHOU Mopdonoruu memOpan DP. PacturenbHbie
perukyinonsl RTN3 and RTN6 Obutn ooHapyxkensl B npoteome [1]] (Fernandez-Calvino et al.,
2011). OHu yyacTBYIOT B OOpa3OBaHUU JACCMOTPYOOUKH, T'€HEPHPYsSl YHHKAJIbHYK KPHBU3HY
memOpanbl B IIJ] m co3gaBas yHnopsAOYEHHYIO JIMIMIAHYIO KOMIIO3MIIMIO B MEMOpaHHBIX
kontakrax B IIJI (Knox et al., 2015; Kriechbaumer et al., 2015). RTN coxepxxat ueTbipe
TpaHCMEMOpPaHHBIX JIOMEHA, KOTOphIe 00pa3yloT ABa TpPaHCMEMOPAHHBIX KJIWHA, COSAMHEHHBIX
yepe3 IUTO30JIbHYI0 Tnemno, npuueM C- u N-KoHIBI Oenka oOpalleHbl K IUTO30JI0
(Kriechbaumer et al., 2015). Cunraercs, 4TO PETHKYJIOHBI 3@ CUET CBOEH CIIOCOOHOCTH CIKUMATh
MeMOpaHbl IPUHUMAIOT ydacTuu B (hopmupoBanuu nepBudHbix I11J] u necmorpydouxu. OmxHako
B 3penbix TKausx RTN3 and RTN6 takxke octarores cBszanubiMu ¢ [1]] n konmokanusyrores ¢ Th
tobamoBupycoB (Knox et al., 2015; Tilsner and Kriechbaumer, 2022). Cpeau 6enkoB, KOTOpBIE,
Kak ObLJI0 MoKa3aHo, B3auMoieicTBYIOT ¢ RTN3 u RTN6, ects SYT1 u n1Ba pemopuna - REM1.2
u REM1.3 (Kriechbaumer et al., 2015). Takum 00pa3oM, MOXKHO MPEANOIOKHUTh, 4To Th BTM,
SYT1, RTN u REM Moryt paboTtath B KOMILIEKCE, CIOCOOCTBYSI MEXKKJIETOUHOMY TPAHCIIOPTY
Bupyca. HegaBHo 6buto oOHapyskeHo, uTo RTN3 n RTN6 nampsimyto B3aumoneictsytot ¢ Th
BTM u Tb neckonekux apyrux BupycoB (Tilsner and Kriechbaumer, 2022). CosmectHas
akcripeccuss RTN3 ¢ TpancnoptHeiM OenkoMm 3a CMV mpuBena K CHIKCHHIO MEKKICTOYHOTO
Tpancnopta penopreproro oOenka (GFP). Bo3moxxno, B3ammoneiictBue mexay RTN3 u 3a
HPEMATCTBYET BBINOJHEHUIO TPAHCHOPTHOM (YHKIMH TOCIEAHEro. ABTOpHI IMOJAraioT, YTO
PETUKYJIOHBI MOTYT HCIOJb30BAaThCS BHpPYCAMH C Ppa3IMYHBIMU  LEJSMH, BKJIIOYas
MOJTU(PHUKAIMIO apXUTEKTYphl U COCTaBa KJIETOYHBIX MEMOpaH sl OOJIETYeHUs pPEeIUTMKAIuN
BUpyca, TpaHcnopra K IIJI u uepes II/l, a Takxke s OpsAMOM WIM ONOCPEAOBAHHOU
moaudukarmu I1/1 (Tilsner and Kriechbaumer, 2022). Borpoc o npo- niinu aHTHBHPYCHOM POIIH

PCTHKYJIOHOB Ha JJaHHBIA MOMEHT OCTaeTCs OTKPBITBIM.
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Besok N. tabacum, cogep:xammii aHKHPHHOBbIE MOBTOPBI

B xozme uccnenoBanus OEIKOBBIX MAapTHEPOB OJHOTO U3 OEIKOB, KOAUPYEMBIX I€HAMHU
TpoliHOTO ONoKa X BuUpyca kKapTtodens, a mmeHHo [GBp2, Obutn uaeHTHPHUIMPOBAHBI TPU
kiaerounbix ¢aktopa N. tabacum (cv. Samsun NN), y4acTBYIOIIMX B MEXKKJIETOYHOM
tpancnopre XBK mo kamno3a-3aBucumomy mexanusmy. Onu Oblan HaszBaubl TGBp2-interacting
proteins (TIP) 1-3. TIP mpencraBisiror u3 ceOsi OeNKH, COAEpIKAIMEe AaHKUPUHOBBIC TTOBTOPBI
(ANK-6enku) (Fridborg et al., 2003). ANK-6enku uMmeroT pazinyHble QyHKIUU B Pa3BUTHH U, B
ocobenHoctH, B buoreHese xjoporutactos (Bae et al., 2008; Kim et al., 2014, 2015), a takxe
NPUHUMAIOT Y4acTHE B OTBETHBIX peakimsx Ha crpecc u maroredsl (Dong, 2004; Yang et al.,
2012; Sharma and Pandey, 2015; Hu et al., 2022). Croutr ormetuth, uto ANK-6enku vacto
SBIISIOTCS TpaHcMeMOpanHbIMH Oenkamu, a nomeHbl ANK oTBeTcTBeHHBI 32 0€lOK-OenKOBbIe
B3aumoseiicteus (Shen et al., 2010; Zhang et al.,, 2010). Ilokazano, uro Tb BTM
B3aumozeictByer ¢ ANK-6enkom N. tabacum cv. Turk, koTopblii ©MeeT BBICOKYIO CTEICHb
unentudnoctd ¢ TIP1 (Ueki et al., 2010). B Ttpancrennsix pactenusix N. tabacum c
cynepakcnpeccueir ANK mexknerounstii panciopt Th-YFP npoucxonun s dexruBaeit, uem B
pacrenusax ¢ HokgayHom ANK. Kpome toro, OmmkHuN TpaHCHOPT BHPYCHOro BekTopa TMV-
DsRed na ocHoBe renoma BTM, B koTtopoM reH Oenka 00070Ykd ObUT 3aMEHEH Ha TI'eH
(ryopectieHTHOTO Tara, OBUT O0Jiee 3P PEKTUBEH B PACTEHUSAX C MOBBIMIEHHOM dKcnpeccreir ANK
U CYLIECTBEHHO CHMKaics B pacTeHusx ¢ HokaayHoM ANK. OxgnoBpemenHas skcnpeccust 75 u
ANK 3ameTHO CHI>KasIa OTJIOKEHUs Kayto3bl B paiione I1J]. bruto cienano mpeamnosaoxenue, yto
ANK-6enku BIMAIOT Ha Kaio3y, B3auMojeiicTBys ¢ Oera-1,3-rmokanaszoit (Fridborg et al.,
2003). Oxnako Apyrue aBTOPbI OMPOBEPTaIK ATy THIIOTE3Y, OCHOBBIBASCH HAa PAa3HOU TOMOJIOTHH
ANK-0enka u rmrokanasbl, U npeanoyoxmwm, 4To ANK-Oenkn B3anMoIelCTBYIOT ¢ Kajlio3a-
cuntazamu (Ueki et al., 2010). He3aBucumo OT Jexaimiero B OCHOBE MeXaHH3Ma, ObUIO SIBHO
npoaeMoHcTpupoBaHo, uto B3aumojeiicteue ANK u Tb BTM cnocoOGcTByeT MEXKIETOUHOMY
TpaHcnopTy Bupyca. Takum oOpazom, ANK sBisieTcst KI1eTOuHbIM OelIKoM, ucnonb3yeMbiM BTM
Ut G GEKTUBHOTO TIEPEMENICHHS U3 KIETKH B KJIIETKE. DTO 1ae€T BO3MOXKHOCTh YTBEPKIATh, UTO

ANK siBnsieTcst npoBUPYCHBIM (DaKTOPOM.

IlanepoHbI M 1IANIEPOH-NIOI00HbIE DeIKH

TobamoBupycHas nH(EKIUS BHI3bIBACT Mepe)OpMaTUPOBAHUE SHIAOMEMOPAHHBIX CHCTEM
OP nmist hopmupoBaHus BUPYCHBIX perutnkainoHubix Gpadpuk, VRC (Reichel and Beachy, 1998).
Kpome TOro, akTHUBHBIN CHHTE3 YYXKEPOAHBIX ISl KJICTKH BHPYCHBIX OCJIKOB NPHBOIMUT K

CTpECCy 9P, B PE3YJIbTATC YCTrO KIICTKA pCarupyct aKTHBallUEH CHCTEMBI KOHTPOJIA Ka4eCTBa
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OCJIKOB M HAIPaBJICHUEM BHUPYCHBIX OCJIKOB Ha JIerpananuio B 26S mporeacoMe MO YOMKBHUTHH-
3aBucuMoMy myTH. bonee Toro, mokazano, uro Bo Bpems HR, omocpenoBannoro N Genkowm,
MPOMCXOIUT MOBBIIICHUE PETYJISIIUNA MHOTOYHCICHHBIX pe3uIeHTHBIX InaneporoB JP (Caplan et
al., 2009; Bégue et al., 2019). Cunraercs, YTO OHH HIPAIOT BAKHYIO POJIb B HAKOIICHUU
MEMOPAaHHBIX M CEKPETHPYEMBIX OCJIKOB, YYacTBYIOUIMX BO BpPOXICHHOM HWMMYHHUTETE
pacrenuii. Kpome TOro, BUpPYC MOXET aKTUBHUPOBATH YOMKBUTHHUPOBAHWUE U JETPAJAIUIO
HEKOTOPBIX KJIETOYHBIX NpoTUBOBUpPYCHBIX OenkoB (Liu et al., 2002). U, nakoneu, BHpYC,
BEPOSITHO, UCIOJIB3YeT KIETOYHBIC MYTH JETrpajlalliil OCIKOB Ul PEryJIMpPOBaHUS KOJHYECTBA
coOcTBeHHBIX OenkoB Ha pasHbix cramusx uHbekmuu (Reichel and Beachy, 2000; Alcaide-
Loridan and Jupin, 2012; Niehl et al., 2013). Takum oOpa3om, cucrema KOHTPOJIsI KaduecTBa DP u

0COOEHHO HIAMIEPOHBI UTPAIOT BAKHYIO POJIb BO BPEMsl BUPYCHON MH(EKIIHH.

MP interacting protein 1 (NtMPIP1). NtMPIP1 oTtHOCHTCSI K ceMeWCTBY miarepoHOB |
tuma Dnal (Shimizu et al., 2009). IToka3zano, uro NtMPIP1 nanpsmyto B3aumoseiictsyer ¢ Th
BTM B nposokeBoi ABYrMOpPHIHOI CHCTEME, a TaKKe B YCIOBHSX CBS3BIBAHUS OCIKOB Ha
memOpane (overlay assay). Bomee toro, NtMPIP1 sBnsercs maptHepoM apyroro Oenka,
NTH201, otaocsimerocss k kiaccy || KNOTTED1-nonoOHBIX OenKOB, KOTOPBIH, Kak OBLIO
paHee NOKa3aHO, CIOCOOCTBYET MEXKIETOUHOMY pactpocTpaneHuro BTM u komokamusyercs,
Ho He koHTakTHpyer ¢ Th (Yoshii et al., 2008). Bruto mokazano, uro TB/NtMPIP1/NTH201
B3aUMOJICHCTBYIOT B JPOXOKeBOW TpexruOpumHoit cucreme (Shimizu et al., 2009). Takum
obpazom, NtMPIP1, BeposiTHO, cimyxut cBszyrommm 38eHoM Mexay Th m NTH201. Hoknayn
NTH201 (Yoshii et al., 2008) uwau NtMPIP1 (Shimizu et al., 2009) ¢ momomipio VIGS npuBoans
K TMOJAaBJICHUIO MEXKJIETOUHOro Tpancnopra BTM u camkenuto yposHs BupycHoi PHK. Takum
o0pa3oM, HECMOTpsi Ha COBEPIICHHO pa3Hble (QyHKIMU U mpupoxy »tux OemxoB (NTH201
npejcTaBisieT coboi 6enok, moaoOHbI (gakTopam TpaHckpuniuu, NtMPIP1 npunamiexut x
cemeiicTBy mianepoHoB DnaJ), oba »Tux Oenka MOXXHO paccMaTpuUBaTh KakK MPOBUPYCHBIE

KJICTOYHBIC (baKTOpr, I[eﬁCTBYIOHlHe COBMCCTHO.

CELL-DIVISION CYCLE protein 48 (CDC48). CDC48 — 510 miamepoH, KOTOPBIH
UTpaeT BAXKHYIO pOJb B MMMYHUTETE PAcT€HUIl U SBISETCS OJHUM U3 KIIOUYEBBIX (DaKTOPOB
CUCTeMBl KOHTpOJIAI KadectBa OeinkoB OP (Begue et al., 2019). CDC48 yuactByer B
peTpaHciokanuu OenkoB n3 OP B muTOIIIa3My, Hampamisis UX Ha JETPAJaldio, C IEbI0
nojyiep)kaHus 1enoctHoct mMemOpan OP mpu crpecce. bonee Toro, CDC48 Obin 0O6HapyxeH
cpeau marepoHoB OP, yuacTByroumx B uHAaynupyemoMm uH¢pekuumeit BTM  HR,
omocpenosanaom N Oenkom (Caplan et al., 2009). beuto mokasano, uto koiuuectBo CDC48

noBbImaercs npu uHpumupoBanuu BTM, a cam CDC48 wnanpsimyro B3aumopeiicteyer ¢ Th
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BTM in vitro u in vivo (Niehl et al., 2012). TIpeamonaraercs, uro omocpenoBannas CDC48
tpancnokaius Th u3 VRC Ha no3nHelt ctagun HHPEKIMU MOXKET ObITh CIIOCOOOM, € MOMOIIIBIO
KOTOPOTO M30BITOYHBIE [Tl ATOW CTaauu KojudecTBa Th HampaBIistoTCs N0 MyTH JIerpajaiy B
26S mporeacomy (UPS) u/unn «mepekiodyaer» ero (yHKIHIO ¢ TPAHCIIOPTa Ha PEILIMKAIIMIO U
npoaykiuio BupuoHoB (Niehl et al.,, 2012, 2013). Henp3s uckiIoYaTh, 4YTO JAerpaganus
BUPYCHBIX OCJIIKOB BO BpeMs pa3BUTHUA HH(EKIUH MOXKET NPEACTABIATh HX HOPMATbHBIN
¢dusnonornueckuid  o6opor. Kak yxke ObUIO cka3zaHO BbIme, HeOonmbImMX KomudecTB Th
JOCTaTOYHO JJisi cBsi3biBaHUsl BUpycHOM PHK m ee BHYTpu- M MEXKJIETOYHOrO TpaHCIIOpTA.
Takum o0Opa3oM, HakoruieHHe (QyHKIHOHAILHOTO Th HEOOXOIMMO TOJNIEKO Ha TEpEIHEM Kpae
undekuu (Maule Ph.D. and Palukaitis, 1991; Sheshukova et al., 2020), rae oH BbIOJHSET
TpaHcOpTHYIO GyHKIMIO. Ha mo3maux craausx wH(ekuu, BHyTpru odara, Th ocraercs B I1/1,

HO TpacHNOPTHYIO GyHKIHIO He BhimonHser (Oparka et al., 1997).

Kanvpemuxynun. Kansperukynun (CRT) npezacraBisier co00H pe3WACHTHBIN IIANCPOH
P, OTBETCTBEHHEIN 3a ToMeocTas Ca’* 1 KOHTPOJIb MpaBHIBHOrO cBopadmBanus Genkos (Thelin
et al., 2011). Kpome TOro, CyIiecTByIOT MCCIACIOBAHHS, COOOINAIOIINE O TOM, YTO HEKOTOPhIE
pactutenbupie CRT oOmamaror crenumanusupoBaHHbiME  QyHKusmu. Hanpumep, CRT3 A.
thaliana BoBieueH B peakuuu BPOXKICHHOTO MMMYHHOTO OTBETa, Y4acTBYS B PacliO3HaBaHUU
PAMP (Christensen et al., 2010), u orBewaer 3a KOHTPOJb JCPEKTHBIX (HOpM
Opaccunoctepougnoro perenropa BRI B DP (Jin et al, 2009). bomee TOro, ectsb
Jl0Ka3aTtenbcTBa Toro, uro pacrurenbHble CRT nokanusyrores B I1/] u yuacTByroT B perynsuuu
nponyckHoii ciocoonoctu I1J1 (Baluska et al., 1999; Laporte et al., 2003; Christensen et al.,
2010; Thelin et al., 2011). NbCRT2 u NbCRT3 N. benthamiana y4acTByioT B omocpeoBaHHO
N O6enkom 3amure oT BTM: oHM HE0OXOOUMBI IJIsl SKCIPECCHH PELENTOPONOI00HON KUHA3BI
IRK, xoropast neooxomuma aiust HR (Caplan et al., 2009b). CRT 6sut Beinenen u3 N. tabacum
kak Oenok, Bzaumoseiictyrommii ¢ Th BTM (Chen et al., 2005). Kpome Toro, moka3aHo, 4To
CRT2 A. thaliana xonokanu3syercsi ¢ Tb B I1]], AtCRT1a B3aumozaeiictByer ¢ Th B 1posxikeBoit
nByruOpunHoii cucteme, a CRT1 Zea mays cessbiBaetcst ¢ Th npu anammze OeTKOBBIX
B3aMMOJeicTBUI Ha MemOpaHe. Takke ObUIO NMOKa3aHO, YTO B TPAHCI€HHBIX pacTeHusx N.
benthamiana, skcnpeccupyronmx ZMCRTL, Obla 3aTpyaHEH Kak OJMIKHHM, TaK U CHCTEMHBIN
tpa"cnioptr BTM. beuto caenano npennonoxkenue, yro CRT npenorBpamaer tpancnopt Th k
[T/, mockonbKy B 3THX TpaHCTE€HHBIX pacTeHusix Tb pacrpenenssics B OCHOBHOM BJOJIb
mukporpybouek (Chen et al., 2005). Takum oOpazom, Obuto TOKazaHo, 4yro ZmCRT1 wurpaer
MIPOTUBOBUPYCHYIO pOJIb, HHTUOMPYS MEXKIETOYHbIH TpaHcmopr BTM, u ero MoxHO

paccMaTpuBaTh Kak MPOTUBOBUPYCHBIN KIETOUHBIH (hakTop.
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Kuna3sbl

BupycHbie TpaHCIOpTHBIC OCKK (DYHKIIHOHAILHO MOXKHO OIMPEICIUTh KaK HEKJICTOUHBIC
aBToHomubie Oenku  (NCAP, non-cell-autonomous protein), T. e. Oelku, KOTOpBIC
CHHTE3HMPYIOTCS B OJHOM KieTke u (yHkiuonupyor B apyroi (Citovsky, 1999; Waigmann et
al., 2004; Sheshukova et al., 2020). Cpeau kaerounsix NCAP ecth (hakTopsl TPaHCKPHIIIIUN H
npyrue peryiastopubie Oenku  (Han et al, 2014). PacrutenbHas KieTKa COJCPKUT
cnenupuIecKre MPOTEMHKIUHA3BI, KOTOPHIE YIaCTBYIOT B KOHTPOJIE MEKKIIETOUHOTO TPAaHCIIOPTA
Kak SHJIOreHHbIX, Tak u BHpycHbIXx NCAP (Lucas and Lee, 2004; Waigmann et al., 2004).
N3BectHo, uto Th BTM noasepraercst pocdopunupoBaHuio mo HeckolbkuM octatkam Ser/Thr
B C-konneBoit oonactu (Citovsky et al., 1993; Waigmann et al., 2000; Karger et al., 2003). Bsiio
nokazano, 4yto Th mMoxer ¢ochopunupoBaThCsi KMHA30#(aMu), COACpPIKAIMMUCA BO (PpaKInH,
oOoraieHHol OeaKaMM KIETOYHBIX CTEHOK, II0 aMUHOKUCIOTHBIM octatkam Ser258, Thr261 u
Ser265 (Citovsky et al., 1993). ITo3anee ObuT0 00HApY)EHO, YT0 TH comepKUT erie oauH cait
Thrl04, kotopsiii dpochopunupyercs kunazamu, accouurpobantbivu ¢ DP (Karger et al., 2003).
OnHa W3 KWHa3 KJICTOYHOW CTCHKH — NPOTEHMHKWHA3a, aCCOIMUPOBAaHHAS C IUIA3MOJECMaMU
(PAPK, plasmodesmata-associated protein Kinase), Obuta BbleacHa H3 0OOrameHHONR
wiasMoiecMamMu (hpakiuu OCNKOB KJIETOYHOW CTCHKH CYCIIEH3MOHHOW KyJbTyphl Tabaka. beiia
npoaemMoHcTpupoBana kosokanuzanuss Tb BTM u PAPK in vivo (Lee et al., 2005). Bonee Toro,
nokasano, uro PAPK ¢ochopumupyer ve Tonmeko Th BTM, Ho u HekoTopsie kietounbie NCAP

in vitro (Lee et al., 2005).

dochopunuposanrie Th BTM wurpaer asoiinyio ponb (Lee and Lucas, 2001). Bo-
nepBbiX, (ochopunupoBanne Th MOXeT KOHTPOIMPOBATH JIONMOJHUTEIbHBIE COOBITHS B
KU3HEHHOM IIMKJIe BUpYca, Takue Kak TpaHcisus/perunkanus BupycHoit PHK. IToka3zano, uro
PHK BTM B kommiekce ¢ Th Hu TpaHcmupyercs, HU perummumpyercs in vitro moka Th ne
dochopunupoBan KuHa3aMu (pakimu KiIeTouHbx creHok N. tabacum, a Takke B
u3onupoBaHHbix npotoruiactax (Karpova et al.,, 1999). Bo-ropeix, ¢ocdopunrpoBanue Th
BIMSET Ha €ro CIOCOOHOCTh OOecledYMBaTh MEXKKJIETOYHBIH TPaHCHOPT W MepeMellaThecsl B

cocenuue kierku (Waigmann et al., 2000; Trutnyeva et al., 2005).

brina mpomeMoHcTprpoBaHa BaxHast poJib GochOpUIMPOBAHUS B PETYIIAIINH TPAHCIIOPTA
Tb BTM (Waigmann et al., 2000). IToka3ano, uto myrantHble Gopmsl BTM, comepxkainue
aMUHOKHCIIOTHBIE 3ameHbl (Ser258, Thr261 wu Ser265 Obutm 3aMEHEHBI OTPHIATEIBHO
3apsOKEHHBIMA ~ aMUHOKHUCIIOTaMH), HUMHTUpYIomue (ochopuiarpoBaHue CHEUPHUISCKUX

ocratkoB Ser/Thr B C-koHueBoii yactu Th, He cnocoOubl nHpHuuuposars N. tabacum, a Takxke
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MepeMENIaThCs U3 KJIETKH B KIETKY. AHATOTHYHBIN 3¢ dekT Obut mpoaemMoncTpuposad aist BTM,
conepxamiero Asp smecto Thr104 B Thb. [Ipumeuarensho, uto 3amena Thr104 na HeliTpanbHbIN
Ala He nonusiia Ha napexkimonnocts BTM (Karger et al., 2003). Oxnako, ¢ochopriinpoBanue
Tb okazamock BupocnenupuIHor (HOPMOM PETyNSAIUH, U IS APYTUX MPEACTaBUTENEH poaa
Nicotiana — N. clevelandii, N. benthamiana, N. glutinosa — Bimsiare dochopunuposanus Th Ha
passutre uHbekiuu Obuto mHbiM (Waigmann et al., 2000; Trutnyeva et al., 2005). Bbuio
MIOKa3aHO, YTO CEJEKTHBHasg HMMHUTANMA (POochOpHIMpOBaHHS O OJHOMY AMHHOKHCIOTHOMY
OCTaTKy YCWJIMBAeT MEXKJIEeTOuHbI TpancnopT Th, Torga kak umurtanus ¢ochopunupoBanus
o JABYM WM TpPEeM OCTaTKaM IMPUBOIAUT K TMOAABJIEHUI0 TpaHcnopTra. C-TepMHHAIBHOE
dochopunupoBanue He TpeOyercs s Mexkinerounoro nepemenieHuss Th BTM B N. tabacum,
N. benthamiana u N. clevelandii. HanporuB, B N. glutinosa d¢ochopunupoBanre Tb
HeoOxoaumo st 3 dexTuBHOrO TpaHcmopTa. beuio moka3zaHo, uro mytanTHas ¢gopma Th ¢
AMUHOKHUCIIOTHBIMU 3aMEHAMM, HMHUTHPYIOIIUMU CalThl (ochopunupoBanus, BBITOIHSIET
tpancnoptHyo ¢ynkuuto B N. benthamiana, N. clevelandii u N. glutinosa, Ho Tepser sty
¢yuknuio B N. tabacum, uro ykassiBaeT Ha HeratuBHoe Biusaue Gpochopuuposanus Th B aTom
xo3suHe Ha crocobHocTh Th mepemernathes Mexay kiertkamu (Waigmann et al., 2000;
Trutnyeva et al., 2005). Takxe ObLIO TOKa3aHO, 4TO TpaHcHopTHas Gyukuus Th, onpenensemast
dochopunupoBanueM, CBsA3aHA C BHYTPUKICTOYHBIM MATTEPHOM JIOKAIMU3ALUHU, TOITOMY
npemoiaraeTes, 9ro GochoprurpoBaHUE BIUSET KaK HA MEXKKJICTOYHBIN TpaHcnopT Th, Tak u
na ero taprerunr B ITJ (Trutnyeva et al., 2005). Takum 00pa3oMm, KapOOKCHTEPMUHAIBHOE
dochopunrposanne Thb BTM npu unpuuuposanuu N. tabacum, ¢ omHOH cTOpOHBI, CIyKHT
CPEIICTBOM TIPEIOTBPANICHUS TSDKEIBIX HETaTUBHBIX A(P(EKTOB Il pacTCHHs] W, C APYrou
CTOPOHBI, TIO3BOJISIET BUPYCY IIEPEKITIOUUTHCS» ¢ (QYHKIIMUA OJIMKHETO TPAHCIOPTa HAa PaHHUX
CTaAUAX Ha PeIUIMKAIUI0 Ha Oojee Mo3aHUX craausx uHpekruu. OJHAKO 3TOT MEXaHU3M,
BeposaATHO, (yHKIMOHUpyeT Toiabko B N. tabacum, mnockombky ¢ochopunupoBanubiii Th
cocobeH k OmmwkHemy TpacHmopry B N. glutinosa. Takum o0pasom, mgaxke is
OJIN3KOPOJICTBEHHBIX BHJIOB PACTCHH MOXKHO OOHApY)XHTh pa3JIMYHBIE ITyTH aJanTaruu
X035MHA W BHpYyCa, IOCKOJIbKY MEXaHH3M WHAKTHBAIMK TpaHcrnopTHOH ¢ynkuuun Th,
ormocpeoBaHHbIi  (hocHOpHUIUpOBaHUEM, TMO-BUAMMOMY, orpanudeH N. tabacum, wo He

pacIpoCTpaHseTCs Ha Apyrue MpOoTeCTHPOBAaHHbIE BUIBI pacTenuii poaa Nicotiana.

IHexTHHMeTHIICTEPA3BI

[Mextunmermmacrepaspl ([IMD) — depMeHTB KIETOYHOH CTEHKH, KOTOpPbhIE HIPAIOT
BAKHYIO POJIb B PEMOJECIMPOBAHUN KIJIETOUYHON CTEHKU BO BpeMs pOCTa U Pa3BUTHUS PACTEHUs

(Micheli, 2001). [IMD ypmansfoT METWIBHYIO TpPYIIy WEKTHHA, TPUBOAS K 0OOpa30BaHHIO
50



meranoia (Lionetti et al., 2012), koTopslii AeHCTBYeT Kak CUTHAIbHAs MOJIEKYJIa BO BpEeMs aTak
natorenoB (Dorokhov et al., 2018). beuio mpomemonctpupoBano, yro [IMD N. tabacum
B3aumoeiicteyer ¢ Tb BTM u TVCV in vitro (Dorokhov et al., 1999; Chen et al., 2000), a
IIMD A. thaliana ceszeiBactes ¢ Thb TVCV (Lionetti et al., 2014). BzaumoxeiictBue Thb BTM ¢
[IMD Ttomara ObUIO MPOJECMOHCTPUPOBAHO B APOK:KeBoil nByrubpumnoii cucreme (Chen et al.,
2000). bonee Toro ObUTO MOKa3aHO, YTO cymnepakcnpeccus uaruoutopa [IMD (PMEI), camkas
ypoBeHb HakoruieHust [IMD, cymectBeHHO 3ameisieT pasputue nHdpeknun BTM no cpaBHeHHIO
C IMKUM THIIOM, OTIOCPEJIOBaHHO yKa3bIBasi HA MPOBUPYCHYIO poiib [IMD B pa3BuTHH WHPEKITUH.
AHaQJIOTUYHBIC PE3yNbTaThl ObUTH IOJYYCHBI HAa TPAHCTCHHOM apa0HIIONCHUCE, COJepIKaIIeM
nononauteabHyo Komuio PMEI (AtPMEI-2): B 3TuX TUHMSX pacTCHHU pa3BUTHE HHQPCKIIUH
TVCV Ttaxxke 6bi10 3ameyieHo. (Lionetti et al., 2014). Onnako, HeCMOTpPSI Ha TO, YTO JaXKe ObLI
obHapyxeH ngomeH TB, oTBercTBeHHbBIH 3a cBsizbiBacHue ¢ [IMD, (Chen et al., 2000), oTkpbITHIM
OCTaeTcs BOINPOC, TJI€ MMEHHO IPOUCXOIMT B3aUMOJCHCTBUE 3THUX JIBYX OCIKOB M KaKOB
MEXaHU3M, IIPU MoMoIIH KoToporo [IMD crocoOCTBYeT pa3BUTHIO TOOAMOBUPYCHON UH(EKITHH

(Lionetti et al., 2014).

Non-cell-autonomous pathway protein (aldose 1-epimerase-like protein)

Th BTM cnocoOeH nepememarbcs U3 KIETKH B KIETKY He3aBucuMo oT BupycHoit PHK Bo
BpeMs ~ MH(EKIMH ¥, BEPOATHO,  BBINOJIHACT  (DYHKIUIO  «KOHIAMIMOHHPOBAHHS)
HeMH(QUIMPOBAHHBIX KJIETOK, MPWJICTAIONIMX K IEPBUYHO HMHQUIMPOBAHHOM, cO3/1aBast
ONarompusATHYIO Cpely Ul pacrpocTpaHeHHs Bupyca mepen mubekiueit (Sheshukova et al.,
2020). bnaromapss takomy cBoiictBy Th BTM MOXHO paccMaTpuBaTh Kak HEKJICTOUHBIN
aBToHOMHBIN 6estok NCAP, koTopslii (yHKIMOHMPYET 3a MpeAeraaMH KJIETKH, B KOTOPOH OH ObLI
CHUHTE3UpoBaH. B 1nemnom, Mmexanusm MexkineroyHoro tpaHcnopra 6enkoB NCAP Hegoctarouno
usyded. Ognako, B N. tabacum 6bu1 0OHapyXeH mpenoiaraeMbiil perenTop, cs3biBarommii Th
JUIsS TIEpeHOca ero B CMEeXHble KieTku — non-cell-autonomous pathway protein (NtNCAPP),
KOTOpBIH HeoOxomuM st 3 dekTuBHOr0 MexkierouHoro tpancrnopra Thb BTM (Lee et al.,
2003). Bzaumopeiicteue Tb BTM ¢ NCAPP N. benthamiana (takxke o6o3nagaemsim NDAELP,
aldose 1-epimerase-like protein) mpomemoncTpupoBano B anamu3se in vitro (Sheshukova et al.,
2017b). Coobmanocs, uto NbNCAPP/AELP yuacTByeT B 3alIUTHBIX PEAKIUSAX PACTCHHH,
UHAYIUPYEMBIX Ta3000pa3HbIM METAHOJOM, a €ro S3KCIpeccusi aKTUBUPYETCS B OTBET Ha
razoobpasubiii Metanon. Cymepakcnpeccuss NDNCAPP/AELP crumynupoBana penpoayKIuio
TMV:GFP u mexknerounblii Tpancmopt makpomosnekyn (Dorokhov et al., 2012). Opnako
camxkenne skcrnpeccut NONCAPP/AELP B crabwibHO TpanchopMHUpOBaHHBIX pacTeHHsx N.

benthamiana Taxxe cnocodcTBoBao pazsuthio nHMpeknurn BTM 1o cpaBHEHHIO C pacTEHUSMH
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mukoro Tuma. Kpome Toro, Oblla BbISBI€HAa HEraTUBHAs KOPPENSALUS MEXIY YPOBHAMHU
skcnpeccu NONCAPP/AELP u ITMD. Takum o0pa3oM, OblIa MPeAokKeHa CIACTYIOIas MOACIb:
(1) B pe3ynbraTe MOBpeXAECHUS MPOUCXOANUT aKTHBAaNUsA (pepMEHTATUBHOM akTuBHOCTH [IMD 1n
9KCIIPECCHHM COOTBETCTBYIOETO I'€Ha MPUBOAMUT K BBIJCICHUIO METaHONa, (2) IPOUCXOAUT
uaaykius okcrnpeccud  NODNCAPP/AELP, (3) 3a cuer obmero sddekra meraHona u, B
yacTHOCTH, B pesynbrate B3ammojeicTBuss NODNCAPP/AELP ¢ TB, mpoucxoaut akTHUBaIius
MEXKIETOYHOTO TpaHcropta BHpyca, (4) NbNCAPP/AELP nonaBmser skcnpeccuto IIMO,
BEPOATHO, Yepe3 BO3/CIICTBHE HA €ro MPOMOTOP, a Takke KoHKypupyeT ¢ [IMD 3a cekpeuuto u
co3peBaHue, (5) KIeTKa BO3BpAIlaeTCs K HM3HAYaIbHOMY COCTOSIHHIO, XapaKTepU3YIOLIEMYCs
6a3oBbiM ypoBHeM skciipeccuu [IMO u NONCAPP/AELP (Sheshukova et al., 2017b). Ipunumast
Bo BHUMaHUE, uTo u [IMD, 1 NbNCAPP/AELP sBnstorcst 6enkaMu, B3aMOJICHCTBYIOIIUMU C
Th 1 cnocoOCTBYIOIUMU MEXKIETOYHOMY TpaHcnopty BTM, MOXHO MpeAnonokuTh, YTO OHU
NEHCTBYIOT Ha pa3HbIX CTAAMIX BHYTpU- U MexKiIeTouHoro Tpancnopta Th. C apyroii cTopoHsl,
KOKIBIA U3 HUX MOXET OBITh HEOOXOIMM JJIsi BUPYCHOH MH(MEKIMH B ONMPEACIICHHBIA MOMEHT

BPEMEHH.

O0paTuMO IIMKO3UJIMPYeMble MOJUIeNTHbI

O6parumo  rimko3mwaupoBannbie monumentuasl (RGP,  Reversibly  glycosylated
polypeptides) yuacTByroT B MeTaboM3Me KICTOYHOH CTCHKH BO BpPEMS POCTa M Pa3BUTHS
pacTeHHi, TOCKOJBbKY OOJIBIIMHCTBO 3THUX OCJIKOB, OTHOCAIIMXCA K Kiaccy 1, oOnmamaroT
MyTa3HOW aKTUBHOCTBIO, CIIOCOOHOM KaranmusupoBarh mnpeoOpasoBanue UDP-apanupanos3sl B
UDP-apabunodypanosy (Saqgib et al., 2019). B nomosnnenne k 3Toi BakHOW (QyHKIHH ObLIO
noka3zano, yto RGP yuacTByroT B 0TBeTe Ha BUpycHYt nHpekuuro (Selth et al., 2006; Zavaliev
et al., 2010; Burch-Smith et al., 2012; Kamarova et al., 2023). Bosiee Toro, coo0Imanoch, 4To
RGP N. benthamiana (NbRGP) unnynupyrorcs B OTBET Ha BHPYCHYIO HHQEKIHI0. Bbuio
nokasano, uto NDRGP1 B3aumogeiicteyer ¢ Thb BTM in vitro u in vivo (Kamarova et al., 2023).
Bpemennasi cBepxakcnpeccusi moboro w3 NDRGP1-3 npuBOIUT K CHHKEHHIO JOKAIBHOTO
pacnpoctpanenust u perummkanud BTM (Kamarova et al., 2023), torga kak WX IOJaBJICHHE
nocpeactBoM  VIGS, HampoTwB, npuBOAMT K Ooinee J(PPEKTHBHOMY MEKKIECTOYHOMY
tpancniopty Th:GFP u cucremHomy Tpancnopty BupycHoro Bekropa TMV:GFP (Burch-Smith
et al., 2012). Kak BpemeHHasi, Tak U cTaOWIbHAs MOBBINICHHAs dKcnpeccust RGP xoppenupyer ¢
MOBBIINICHHBIM HaKOIUIGHHEM Kamro3sl B oOmactm IIJ[. Ha ocHOBaHMM 53TOro MOXKHO
npeanoioxuth, yTo RGP BOusiOT Ha pacmpocTpaHeHHe BHpyca W mnpoHuiaemocth [1]] mo
Kajuo3a-3aBucuMoMy mexanusmy (Sagi et al., 2005; Zavaliev et al., 2010; Kamarova et al.,

2023). Ho, npuaumMast B0 BHUMaHue B3aumojeiicteue Th ¢ RGP, MOXHO mpeanoaoxuTh, 4To
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orpaHWYeHue OJMKHEro TpaHCIOpTa BHUpYyca CBs3aHO ¢ TnpsaMbiM  BiusHueM RGP nHa
¢ynkunonuposanue Th. Uro kacaercs nmokanuzanuun RGP u Bompoca OTHOCTHENBHO «TOYKH
conpukocHoBeHus» RGP ¢ Thb BTM B kietke, To noka3ana acconuanusi RGP ¢ memOpanamu
anmapara ['omsmku (Dhugga et al., 1997; Rautengarten et al., 2017; Kamarova et al., 2023),
OJIHAKO HEJIb3s UCKJIK0YaTh, 4TO NpHU BupycHol uHpekuun RGP moryt Hanpasnsatecs B [1/1, rae
OHH, BEpPOSATHO, MOTYT CO3/1aBaTh (hpM3MUYECKH WM (PYHKIMOHAIBHBIA Oapbep Ui BUPYCHOTO

MEXKIIeTOYHOTo Tpancmopta (Sagi et al., 2005; Kamarova et al., 2023).
Posib XJ10pOIJIACTOB B PeryJ/siliuii MeKKJIeTOYHOI0 TPAHCIopTa

PacTeHust MOCTOSHHO MOBEPTalOTCsl BO3ACUCTBUIO CTPECCOBBIX (PAKTOPOB OKPYKAIOIICH
Cpelbl M pearupyroT Ha HUX, MOIYJIUPYS DKCIIPECCHIO LEIOr0 OPKECTpa MHOTIOYMCIECHHBIX
FEHOB, TEM CaMbIM aJalTUPYACh K BHEIIHUM cTUMyJaM. CKOOpIMHUPOBAaHHBIM U
TeHEPATM30BaHHbBIM OTBET PACTCHU Ha HeOIaronpusTHbIe (aKTOPHl HE MOXKET 00OWTHCH 0e3
MEKKJICTOYHOH KoMMyHHKanuu mocpenctBom 11 (Zanini and Burch-Smith, 2024).
ME:KKJIETOUHBIII  TPAaHCHOPT SBJSAETCS OUYEHb BAXKHBIM IIPOLIECCOM CO  CIOXKHOM U
MHOTOYpOBHEBOM perynsauueid. Hapsny c daxropamu, nokanuzoBaHHbiMu B [, xotopbie
YYacTBYIOT B CTPYKTYPHBIX U (DYHKIMOHAJIBHBIX U3MEHEHUSAX B OTBET HA Pa3jIMUHbIE CTUMYJIbI,
HOSBIISIETCS BCe OOJBIIE JOKA3aTENbCTB B IMOJB3Y TOTO, YTO MPOITyCKHas crocoOoHocts I1]1
KOHTPOJIMPYIOTCS CUTHAJIaMU OT JAPYTUX OpraHell, B IEPBYIO OYepeAb OT XJIOPOIIACTOB U
mutoxouapuii (Lellis et al., 2002; Burch-Smith et al., 2011; Azim and Burch-Smith, 2020;
Ganusova et al., 2020). CkoopanHHPOBaHHOE (PYHKIIMOHHPOBAHHUE KICTOYHBIX KOMITAPTMEHTOB,
TOYHAsl U CBOEBPEMEHHAs Mepeiaya CUTHAIbHBIX MOJIEKYJI U U3MEHEHHUS B IATTEPHE IKCIIPECCUU
F€HOB KaK Ha TpPAHCKPUIILMOHHOM, TaK M Ha TPAHCISALUOHHOM YpPOBHSX SBISIOTCS

HGO6XOI[I/IMI>IMI/I AJId pa3BUTUA, pOCTA U 3allTUTHBIX peaKI_II/Iﬁ BCETO paCTCHUH.

bonee Mwumapna jer Ha3aq NMPOW3OLUTM J[BA HE3aBUCHMBIX YHIOCHMOMOTHYECKHX
COOBITHSI, KOTOPBIC MPHUBEIHA K MOSBICHUIO 3YKAPUOTHUYSCKON KIETKH C MHTOXOHAPHSIMHU H
cnocobHocThIO K (hotocuuTe3y (Archibald, 2015; Azim and Burch-Smith, 2020; Zhang et al.,
2023). XnoporiacTel COBPEMEHHBIX 3€JIEHBIX pacTeHuil comepxar okono 3000 Oenkos, Ooiee
95% w3 KOTOpBIX KOAUpYHTCs simepHbiM reHomom (Brunkard and Burch-Smith, 2018).
XJIOpOIUIacThl — 3TO OpraHeNyibl, KOTOpbIE MPeoOpa3yroT CBETOBYIO SHEPIHIO U TPOU3BOISAT
doroaccummATel. HO OHM Takke SBISIOTCS MECTOM IPOBEACHUS MHOTHX METa0OIMYECKHX
MPOIIECCOB U UTPAIOT BAKHYIO POJIb B Pa3BUTHH, POCTE U 3aIMTHBIX peakiusx pactenuit (Inaba
and Ito-Inaba, 2010). Hapymenue paboThl (OTOCHHTETHYECKOTO ammapara HpPUBOIUT K

HN3MCHCHUIO ypOBHeﬁ A®K u oKHCIHTEILHO-BOCCTAHOBUTEILHOTO craryca KJIETOK, 4TO, B CBOIO
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odepeslb, BIWAECT Ha XapaKTep OHKCIPECCHUU SIACPHBIX TEHOB, CBS3aHHBIX C (POTOCHHTE30M
(PhANG, Photosynthesis-Associated Nuclear Genes) (Bilgin et al., 2010; Brunkard and Burch-
Smith, 2018; Crawford et al., 2018).

XJ0poIutacTsl IPeAacTaBiIsIOT co00i BechbMa JAMHAMHUYHBIC OPIaHEIUIbl, KOTOpBIC
OCYIIECTBIIIIOT (DOTOCHHTE3 M UIPAIOT aKTUBHYIO POJIb B IMPOTHBOBHPYCHOH 3aIlUTE, SBISACH
MCTOYHHKOM M MECTOM CHHTE3a Pa3lW4HBIX MeTaboiuToB, puroropmonos, B T.4. CK u XK, a
takke ADK (Bilgin et al.,, 2010; Souza et al., 2019; Alazem and Burch-Smith, 2024).
MeTaboauThl, CHHTE3UPOBAHHBIE B XJIOPOIUIACTAX, YYaCTBYIOT B IYTH IEpeJadyd CUTHAJIOB OT
IUIACTUA B SIPO, TEM CaMbIM PETYIHPYS SKCHPECCHUIO DPA3IMYHBIX T'€HOB W ONpeelss
¢dusnonornueckoe coctosiHue KieTku. [logoOHas perymsaTtopHas ceTh IONy4YHIa Ha3BaHUE
perporpagHas curnanbHas cucrema xjoporuiactoB (CRS, Chloroplast Retrograde Signaling)
(Burch-Smith and Zambryski, 2012). B nacrositiee Bpemst curnaisl CRS knaccupunupyrores Ha
CIICIYIOIIME TPYIIbl: OMOTEHHBIE CHTHAJBI - T€, KOTOPbIE T'C€HEPUPYIOTCS XJIOPOIUIACTAaMH BO
BpeMs UX OMOTeHe3a; ONepalMOHHBIC CUTHAIIBI — BBIPA0ATHIBAIOTCS 3PEJIBIMU XJIOPOIJIaCTaMU B
OTBET HAa W3MEHEHHS OKpYXKAIOMIeH CpeAbl, STH CUTHAIBI PETYIUPYIOT MeTaboim3M u
HaNpaBJICHbl Ha AJaNTalMI0 K CTPECCY; CUTHAJBI JETPAJallid — 3TO CTPECC-WHAYIIMPOBAHHBIC
CHTHAJbl OT TOBPEXICHHBIX MM HEKOPPEKTHO (YHKIMOHHUPYIOMIUX XJIOPOIUIACTOB, OHHU
HampasiIeHbl Ha Jaerpagainuio camoro xsoporuiacra (Crawford et al., 2018; Azim and Burch-
Smith, 2020; Pfannschmidt et al., 2020). Monynupys skcnpeccuto siiepHbiXx TeHOB, CRS
peryaupyer He TOJBKO (PHU3MOJIOTHYECKOE COCTOSHME BCEH KIETKHM, HO MW BIHSIET Ha
MEXKJIETOUHYI0 KOMMYyHMKanutoo. OOHapyKeHHe B3aHMMOCBS3U Mexay xioporuiactHoi PHK-
xenuka3zoil ISE2, xoropasi yyacTByeT B NpPOLIECCHHI€ M TpaHcasauuu xjoporutactHoi PHK, u
perymsinuen nponunaemoctu I1/] crano oTnpaBHON TOYKOW AJISI UCCIEIOBAHUS B3AMMOICHCTBHS
xnoporutactoB u I1J]. MccnenoBanusi 3apojsiiieil 1Se2 MyTaHTOB apaOWIOICHCa Ha CTaJuu
CpeIHEe! TOpIebl BEISIBIIIN yIacTHE XJIOPOIUIACTOB B PETYIISAIMHA MEXKIETOYHOTO TPAHCTIOPTa U
ouorenesa IT1]] (Kobayashi et al., 2007; Burch-Smith et al., 2011; Bobik et al., 2017). Dtu
MYTaHTBl ~XapakTepu3yloTcsi Oojiee aKTHBHBIM MEXKJIETOYHBIM TpaHcrmoproMm 10-x/la
(ryopectieHTHO MeUeHOT0 AEKCTpaHa U CoJepkKaT Kak MpOCThIe, TaK U pa3BeTBieHHbIe [1/], B TO
BpeMs KaK 3apOJIBIIIH JUKOTO THUIIA Ha 3TOM CTaauM Pa3BUTHUS COIEpKaT TOIbKo mpocteie 111 u
HE MOJICPKUBAIOT MEXKKIIETOUHOe pacrpenencnue aekcrpana (Kim et al., 2002; Kobayashi et
al.,, 2007). Ananu3 OSKCIpecCMM T€HOB 3apOAbIIIeH apaOuaorncuca IHMHUU IS€2 BBISBHUI
U3MEHEHHS B DKCIIPECCUU SICPHBIX T€HOB, KOMMPYIOMINX TUIACTHIHBIE OCJKH, YYaCTBYIOIIUE B
CHUHTE3€ TEeTpanupposioB, nukie KanbBuHa-beHCOHa M KOMIOHEHTAaX 3JEKTPOH-TPAHCIIOPTHOU

J8(S1004 (bOTOCI/IHTCTI/I‘-ICCKOFO alrrmapara XJIOpOIUIaCTOB, a@ TAKKE I'CHOB, BOBJICHCHHLIX B Onorexes
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u Moaudukanuio kierouHoi crenku (Burch-Smith et al., 2011). [ToxasieHne 3KCIIpecCUu reHa
ISE2 B 3penbix nucthsix N. benthamiana mnpuBeno k TsDKeOMy XJIOpO3y, aKTHUBALUU
MEXKIETOYHOTO TpaHCHopTa u obpa3zoBanuio Bropuunbix I1J] (Burch-Smith and Zambryski,
2010; Burch-Smith et al., 2011). BsaumocBsa3p Mexay (QYHKIHOHHPOBAHHEM OpraHejl,
HAMpPAaBJSIONUX PETPOrPaIHble CHTHAIBI B SIPO, U3MCHEHHEM SKCIPECCHU SICPHBIX T€HOB H,
KaK pe3ynbTar, peryimsuueid OumoreHeza u ¢ynkuuu [1]] nexut B ocHoBe rumore3sl ONPS
(organelle-nucleus-PD signaling). Cmbica runote3st ONPS cocTouT B TOM, 4TO XJIOPOILIACTHI,
OTBEYAIOIIKE 3a CHHTE3 (POTOACCUMHIIATOB, SIBIISIOTCS KIFOYEBBIMU PETYIATOPAMH JKU3HCHHBIX
IPOIIECCOB M peakiiuii Ha cTpeccoBbie Bo3aekicTBus (Burch-Smith et al., 2011; Azim and Burch-
Smith, 2020).

XJI0pOIIacThl SIBJISTFOTCSI MUIICHBIO IS MHOTHUX BHUPYCOB, KOTOPBIC MPUCIIOCOOMINCH
MAaCTePCKH JKCILTyaTHPOBATh XO3SHCKYIO PACTUTEIBHYIO KJIETKY, HCIOJB3yS €€ pPecypchl Ha
ONTUMAJIFHOM JUIsI BBDKUBAHUSL 00€uX CTOpOH ypoBHE. CUMITOMBI BUPYCHOW MH(EKIIUU YacTo
CBS3aHBl C XJIOPO30M, H3MEHEHHEM MUTMEHTAllMd WIM MO3auYHOCTHIO HH(MUIIMPOBAHHBIX
JUCTHEB U SBIISIOTCS CIICIICTBUEM CTPYKTYPHBIX M (PYHKIIHOHAIBHBIX H3MEHCHHI XJIOPOILJIACTOB,
BbI3BaHHBIX BUpycHbIMH Oeikamu (Reinero and Beachy, 1989; Qiao et al., 2009; Bhat et al.,
2013; Li et al., 2016; Bhattacharyya and Chakraborty, 2018; Budziszewska and Obrepalska-
Steplowska, 2018). MHorue BUpycChl pacTeHHI KOAUPYIOT OEIKH, HAIIpaBIIsgeMble TIOCIe CHHTE3a
B XJIOPOIUIACTHI, M 3aYacTyl0 HCIOJB3YIOT KJIETOYHBbIE OCIKH IJIsi JOCTABKM B XJIOPOILIACT
BupycHbix (¢akropos (Qiao et al., 2009; Bhattacharyya and Chakraborty, 2018). Bupychas
WH(pEKIUS TPUBOAUT K MOJIABICHUIO (DOTOCHHTETHYECKUX (DYHKIMN XJIOPOIUIACTOB U 3alIUTHBIX
peakiuii, B Tom uncie curnanbhsie myta KK u CK (Reinero and Beachy, 1989; Bilgin et al.,
2010; Souza et al., 2019). XiopomaacTel MMEIOT JBOWHYHO MeMOpaHy, OTICISIONIYI0O HX
COJICP’)KUMOE OT BHYTPEHHEH Cpelbl KIETKH, W TOTEHIUAIBHO MOTYT SIBIISTHCS MPEKPACHBIM
MECTOM JUISl PEIUTUKAIMKA BHPYCHOTO TE€HOMA, ITOCKOJIbKY BHYTPH XJIOPOIUIACTa BHUPYC
OKa3bIBaeTcsl mpakThuecku u3onupoBaH oT PHKuM u neiicTBUS 3alUTHBIX OTBETOB KIIETKH,
¢ynkunonupyronmx B nuroruiazme (Tabler and Tsagris, 2004; Laliberté and Sanfagon, 2010;
Bhattacharyya and Chakraborty, 2018). [Ins MHOrMX BHPYCOB XapaKTepHO CTPYKTYpHOE
npeoOpa3oBaHWe  BHYTPCHHEW  Cpelabl KJICTKH HW  MEMOpaHHBIX  BHYTPUKICTOYHBIX
KOMIApTMEHTOB. MeMOpaHHbIe CTPYKTYpPbI, (JOMHUPOBAHHE KOTOPHIX WHAYIIUPOBAHO BUPYCOM,
MOTYT 00pa30BBIBATHCSI HA OCHOBE MEMOpaH pa3NUYHBIX KJIETOUHBIX KOMIAPTMEHTOB, BKIIIOUas
a71po, OP, MepoKCUCOMBI, MUTOXOHIPHN U XJIOPOIUTACTHI, H HCIIOIB3YIOTCS BUPYCOM ISl COOPKHU
VRC w/unmu tpancnopra (Lalibert¢ and Sanfacon, 2010). Mcnonbs3ysi paznudHble CTpaTErww,

BUPYCHBIC OcIKH BHCAPAKOTCA B 3TH KOMIIAPTMCHTBI, YTO IIO3BOJIACT UM 6paTB IoJ CBOM
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KOHTPOJIb pabOTy OpraHelll, BIUITh Ha SKCIPECCUIO SACPHBIX T€HOB, OJABISATH aHTUBUPYCHBIE
UMMYHHBIE OTBETHI ¥, TAKUM 00pa3oM, CO3/1aBaTh OJIArONPHUSATHBIC YCIOBUS ISl PA3MHOXKCHUS U

pacripoctpanenus (Bhattacharyya and Chakraborty, 2018).

MATEPHAJIBI U METO/JbI

Yenosus svipawueanus pacmenuii

Pacrenuss Nicotiana benthamiana paumkoro Tuma ObLIM BBIPAIICHB B TPYHTE NpPHU
KOHTPOJIMPYEMBIX CBETOBBIX M TEMIIEPATYPHBIX YCIOBHX: 16 4acoB Ha CBETY NPH TeMIIepaType
24 rpagyca u 8 4acoB B TEMHOTE npH 18 rpamycax.

I'ennounoicenepnvie KOHCMPYKYUU, UCNONIb3YEMbLE 8 pabOme

Jlns manykuuu caitnencunra rena NDKPILP na done paszsuBaromeiics nadpeximu XBK,
OblJJa MCHOJb30BaHA TI'€HHOMH)KEHEpHas: KOHCTPYKLMS, CO3/JaHHas Ha ocHoBe reHoma XBK:
¢parment rena NDKPILP mnuuoii 183 HT (¢ 70 mo 253 HT KOAMPYIOMIETO ydyacTKa) ObLI
aMITMGUIIMPOBaH C HCIONb30BaHueM mapbl mpaiimepoB F1/R1 (ta6. 1). Ipoxykr ITIP Obit
obpaboran suaoHykiIcazamu pectpukimu Nrul-Sall, 3arem nmuruposan B Bektop PPV X201 mox
KOHTPOJIb JYIUTUIIMPOBAHHOTO MPOMOTOpa reHa Oenka obonouku (Chapman et al., 1992). [dns
nonyueHus puHanbHOi KoHCTpyKiu PPVX:frKPILP monydenHsiii cyOkioH Obu1 00paboTaH
pecrpuxrazamu Avrll-Sall, a neneBoit pparment auruposan B Bekrop PVX-BIN19 (Komarova
et al., 2006).

[Mpu nmonyuenun xoHcTpykumu 35S-SIKPILP wucnonb3oBamu miazmuay PKANNIBAL,
COJIEPKAIYI0 PACTUTENbHBI HWHTPOH mHpyBaT oprtodochar mukunassl (PDK) Flaveria
trinervia, mpomorop 35S BHpyca MO3aMKM I[IBETHOW KaIlyCThl, TEPMHHATOP TI'eHA OKTONHUH
cuntazpl OCS, moymnuHKepsl caiitoB y3HaBanusi pectpukrasz (Wesley et al., 2001) B kauectBe
OCHOBBI JIJISl CO3/IaHMsl dKcTpeccHoHHO# KacceTsl. dparment rena NDKPILP miunoii 346 HT (¢
258 mo 603 HT KOAUPYIOIIETO Yyd4acTka) ObUT aMIUTU(UIIMPOBAH TPU HCIOJB30BAHUU
COOTBETCTBYIOLIMX Map npaiimepos (Tad. 1): pparMeHT B CMBICIOBOW OpUEHTALMU MTOJTy4YeH NPU
ucrnosp3oBanun mapbl F2/R2 u ¢nankupoBan caiitamu y3HaBanusi pectpukraz Xhol-EcoRl,
(GparMeHT B aHTUCMBICJIOBOW OpPUCHTAIIMM IOJYYCH IpH HCHojib30BaHuU mapel F3/R3 wu
¢nankuposan caiitamu BamHI-Xbal. TIpoayktsr TP 6butn 06paboTaHbl COOTBETCTBYIOIIUMHU
pectpuktazamu. MaTpon PDK Obin momyueH B pesynbTare o0paboTku perpukrazamu ECORI-
BamHI miasmuasr pKANNIBAL. 3atem o6a mpoaykra TP u uHTpoH ObUIM JTUTHPOBaHBI B
mwiasmuny PKANNIBAL, o6paborannyio pectpukrazamu  Xhol-Xbal. [Ins nonydenus
¢bunansHON KoHCTpyKIMK 35S-SIKPILP skcmpeccrnonHas kacceTa, copepikaiias 35S-mpomoTop,

(parMeHT B CMBICIIOBOW OpHEHTAIMM, MUHTPOH, (parMEHT B AHTUCMBICIOBOM OpHUEHTAIMH U
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tepmuHarop OCS, Obuta momydeHa mociie oOpabOTKH SHIOHYKIea3oil pectpukuuu Pvull
nonydenHoro BekTopa PKANNIBAL, a ¢parmMeHT 5TO# peakiuu JUTHPOBAaH B BEKTOP
pCambial300, o6paboTaHHbIil TOM K€ PECTPUKTA3OM.

Ta6J'II/II_[a 1. OJ'II/II‘OHYKJ'IGOTI/II[BI, HCII0JIb30OBAHHBIC B KIIOHUPOBAHUU.

Hasganue npaiimepa ITocnenoBarenbHOCTH

F1 TCGCGAACCAGTTCTTGATAC

R1 GTCGACATTAAGAATTTTAAAGGAAG

F2 CTCGAGTTCAAGTGCAGGGCTAGTAATTGACG

R2 GAATTCAACCTTCTTGAACACAATCTTGAAAACTGG
F3 GGATCCAACCTTCTTGAACACAATCTTGAAAACTGG
R3 TCTAGATTCAAGTGCAGGGCTAGTAATTGACG

Hzmepenue yposHs 2noKo3vl @ 1UCMbsX

Ananuzupyembiii Matepual Obul BoicyiieH npu 50°C B Teuenue 24 yacoB. BeicyiieHHbIe
oOpa3upl (Tounas HaBecka 30 mr) rugponu3oBanbl B 1 M 1M comstHol kuciotel pu 100°C B
teyenue 2,5 yacos. [lomyuennsiii pactBop nentpudyruposanu 10 mun npu 14000xg. K 0,5 mn
cyneparanta nobaBieHo 1,5 mi Boasl MQ, pe3ylbTHUPYIOIIUN pPAacTBOpP MNPOMYIIEH dYepe3
oOpareHHo-(a3Hblii KoHIeHTpUpytommii marpon (dumacop6 C16). Ilepeie 1,8 mMn Obutn
ynanensl, ocraBuecs 0,2 mu coOpanbl. PacTBop riokozamuHa B KOHLEHTpanuu 1 1/m Obul
UCIOJIb30BaH B KaueCTBE BHYTPEHHErO CTaHJapTa JJs Kaxaoro ooOpasua. PacTBop rioko3sl B
KOHIeHTpauuu | 1/m ObUl MCHONB30BaH B KayecTBE BHEIIHEro cranjapra. K ucciemyeMbim
oOpa3uam no0aBneHo mo 20 MK BHEIIHEr0 M BHYTPEHHETO CTaHJApTOB M yIAapeHO Ha
BaKyyMHOM LEHTpU(YXKHOM ucrnapurene tuna SpeedVac ¢ mogorpeBoM B MOJUIPONUICHOBON
npodupke. K BoicymenHoi npobe nodasuimm 20 mxin 0,5M pactBopa PMP (1-¢penun-3-metni-5-
nupaszosion) B meranosie u 20 mxin 0,3M KOH, 3areM TmarenbHO nepeMeraiy U ynapuiu npu
70°C B Teuenue 2 yacoB. Helitpamuzanus mpo6 npousseneHa 20 Mk 0,3M COJITHON KUCITOTHI,
3aTeM JIBaX/bl IpoM3BeAeHa 3KcTpakius n3ositka PMP 500 Mkn Genzona. OcTaTok ynapeH Ha
SpeedVac ¢ momorpeBom u pactBopeH B 500 Mkn cmecu anetoHutpui/Boga (1:9). TectoByro
cMech M O0pa3lbl aHATM3UPOBATH METOJOM oOpaiieHHO-pazoBo BOXKX B rpamueHTHOM
pexume Ha kojoHke Luna C18 (2) 4,6x250 mm (5 MKM) ¢ nmoaBu»KHOU ¢a3zoii A — Boaa, b —
anerouutpua u JI — 100 MM BogHOro pactBopa ruapodocdata kamust (pH 9,12) npu ckopoctu
noroka 1 mi/mMuH, Temneparype 25°C u AeTeKIUU Ipu JTMHE BOJIHBI 260 HM C MCIIOJIb30BaHHEM
rpagueHTHOro xpomartorpada Agilent 1100 ¢ nerekropom ¢ goroanoanoit matpuueit. Coop u
00paboTKy Xpomarorpamm MpoBoAWIM ¢ momompio nporpamMm ChemStation (Agilent) u

AutoChrom1200 (ACDlabs).
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Konuuecmeennas I[P 6 peanvrnom epemenu (OT-xI1L]P)

Cymmapnas PHK Obuta Bbinenena u3 JucTbeB ¢ ucnoib3oBanueMm TriReagent (MRC,
CIIIA) B cootBercTBUU ¢ IpoTOKojaoM mpousBoautend. Konnentpauun PHK onpenensnu Ha
cnekrpodoromerpe Nanodrop ND-1000 (Isogen Life Sciences, Hunepmanasi). Bece oOpasiis
PHK nmemn xoaddunment abcopbimu 260:280 B uaTepBaie 1.9-2.1. CunTe3 nepBoii 1ienu ObuI
BBINOJIHEH cienyomuM obpazom: 0.1 Mr cioyyaifHbIX TekcamepHbIX mnpaiimepoB u 0.1 wmr
npaiimepoB oligo-dT noGasmsmu x 2 mr totansHoit PHK, uto6s1 monyunts k/IHK ¢ momomsio
0o0paTHOW TPAHCKPHUIIIMK, HCIONB3Yysl OOpaTHyK TpaHcKkpunTaldy Superscript [V reverse
transcriptase  (Invitrogen, CIIIA), B COOTBETCTBHH C IPOTOKOJOM IIPOHU3BOJUTEIIS.
KonunuectBennas [P B pexume peanbHOro BpeMeHH BbinosiHeHa Ha npubope 1Cycler iQ real-
time PCR detection system (Bio-Rad, CIIIA). B kadecTBe pedepeHCHBIX HCIOIB30BAIU TCHBI
18S pPHK u PP2A (protein phosphatase 2A). IleneBbie T€HBI IETEKTHPOBAIN, HCIIOIb3YS
cnenuduyeckue mnpaiimepsl u3 tadbmuubl 2 U Eva Green master mix (Cunrton, Poccus) B
COOTBETCTBUHM C TPOTOKOJOM Tmpou3Boautens. Jius kaxmoro oOpasma Obuto crenaHo 3
TEXHUYECKUX TOBTOpa M IIOCTABJICHA KOHTPOJbHAs peakmust 0e3 mo0aBieHHss Marpuibl. B
Ka)JIOM 3KCIIEPUMEHTE OBUIO BBIOJHEHO MUHUMYM 5 OMOJIOTHYECKUX MOBTOPOB. Pe3yinbTaTh
OLICHUBAJIH, MCHOb3ys anroput™ Pfaffl (Pfaffl, 2001).

Tabnuna 2. OnuronykieoTu bl ucrnoiab3oBanubie B OT-kIILP.

len IIpsimoit mpaiimep OO0partHBIit mpaiimMep Howmep

18S rRNA ACGGCTACCACATCCAAG ACTCATTCCAATTACCAGACTC KP824745.1*

PP2A ATTGCTGCCTGTGGTTATTAC ATAGACTGAAGTGCTTGATTGG MF996339.1*

NbKPILP TGAGCACTGGCGGAATTAAGG | ATACCAATATACCCACACAACAATCTG | FN687760.1*

NbKPILP* TCCGTCCAGGTTACACCTACT CTTGAAAAACGTCGAGCGGG

Pol PVX CTAGGTCTACCCAAGATTA GTGGTCTCACAGTTTATG MF405302.1*

GLK GTCTCACTCGCCATAACATAGC | TTTCCGCCACCTCCAACC Niben101Scf06721g00011.1*
LHCB1 TGTCGCCAAACCCGTCGCATCT | TTCACCGGTCAAGTAACTTGGG Niben101Scf03455¢g01031.1*
LHCB2 TGCGACGTACGGTTAGAAGT CTCGGAGAATGGTCCCAAGT Niben101S¢f01987g00015.1*
RBCS1A GCTGCCTCATTCCCTGTTTC CCTGCATGCATTGCACTCTT Niben101S¢f03015g06015.1*
HEMA1 ATGTGGGTGCTTGTGTGAAC AGGCGGTCCTCCTTATTAGC Niben101S¢f03068g00024.1%
XTH5 ATCTTTGTGGATGACGTCCC CATCTGCATCCCAAAGGCTC Niben101S¢f00369g05011.1%
MP TMV GGTGTGAGCGTGTGTCTGG GCGTCCTGGGTGGTTATAGC

MP crTMV CGCAGCCAAGAGTAAGAG GTGACCATAGCAACTGAAAC

GFP GCAGAAGAACGGCATCAAG GCTCAGGTAGTGGTTGTCG

(*) Baza nannbix GeneBank https://www.ncbi.nlm.nih.gov/genbank

(") Baza nauubix SolGenomics https://solgenomics.net

() Tlapa mpaiiMepoB HCMOTB30BaHA UI AETEKIMH MHAyKiuH caiinencuura NDKPILP mmmrednoii crpykrypoit

SiKPILP
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Aepobaxmepuanvhas mpancgopmayus

Agrobacteruim tumefaciens mramm GV3101 tpaHchOpMuUpOBamM HHAWBUAYATbHBIMU
OMHApHBIMH BEKTOpPAMH W BBIpAIMBAIM B JKHIKOW muTarenbHOW cpenae LB ¢ moGasnenuem
aHTuOnoTHKOB 50 Mr/i pudamnuinmaa, 25 Mr/n reatamunuaa 1 50 mr/in kanamuimHa. Hounyro
KyJIbTypy arpobakrepuu pa3Bomawin B Oydepe, coaepxkamniem 10 MM MES (pH 5.5) u 10 MM
MgSO4. Hounyroo KynbTypy OakTepuid, CcoIEpKaluX BUPYCHBIE BEKTOphl PPVX,
PPVX(frKPILP) u ¢ undexnuontoi komnueit kpBTM, paszBoauiau 10 ODgy~0.01 o.e. Hounyro
KylnbTypy Oaktepuii, coaepxammx BekTopbl [MV.GFP wm CrTMV:GFP, pasBomunu no
ODgp~0.3 o.e. mis uHbuUAbTpauu pactenuid, 3apakeHHbIX XBK, u 10 ODgpp~0.01 o.e. mus
WHOUIBTPAIIUU MHTAKTHBIX pacTeHuil. HouHyio KyiabTypy OakTepwid, coaepKamux IUIa3MHIY
pCambial300 wmu 35S-hpKPILP, passomunu 10 ODgpo~0.1 o.e. bakrepuanbHyio CyCHEH3HUIO
BBOJIWJIM B JIMCThSI TIPY TIOMOIIU 2-MJI IINPHIIA O€3 MIJIbI, OCIE Yero PACTCHUs] HaXOJUINCh B
CTaHJAPTHBIX YCIOBHSIX.

3apasicenue pacmenuii npu cucmemHou uHgexyuu

Hnst momyyenns cucteMHod mHGekun XBK HuKHHE THCThS MOJIOABIX pacTeHHid N.
benthamiana B Bo3pacte 4-5 Henenu nHGUIBTPUPOBATIH cycnieH3uei arpodaktepuit. Criyctst 10-
14 nue#t BUpycHas WH(EKIHS JOCTUrana BepxHUX JuctheB. s 3apakenust BTM ucnosib3oBanu
CYCITCH3HIO, COJICPIKAIIYI0 BUPYCHBIC YacTUIbI B KoHIeHTpanuu 300 Mkr/mMa B 10 MM HaTpwmii-
docharaom Oydepe, koTopylo B o0beme 30 MKI HAHOCHJIM HA JIMCThS HWKHHX SPYCOB TPH
UCTONBb30BaHuM abpasuBa (uenut). [ns 3apaxenuss kpBTM cycneH3uio arpoOakTepuw,
CoJlepKalInX MIa3MUAy, KOAUPYIOIIYI0 WH(GEKIHOHHYIO KOMHIO BHPYCA, BBOJWIM B JUCTHS
HIDKHUX spycoB. [Ipm MOCK-WHOKyISIIIMM Ha HUWKHUE JHMCThs Hanocwin 10 MM Harpuid-
docdarubrit 6ydep u 1eTuT.

Oxpawusanue Kaiio3vl U KOIUYECMEEHHASL OYEHKA

JInst BU3yanu3anud OTIOKEHUH Kamo3bl BOKPYT miasmozaecm jucths N. benthamiana ¢
noBbIeHHOW © moHmwkeHHON skcrnpeccuerr NDKPILP wa ¢done wndexknmu XBK, a Taxke
MHTAKTHBIX pacTeHUH ObUIM WHQUIBTPUPOBAHBI pacTBOpoM aHuiuHOBOro cusero (0,1%
anuuHOBBIM cuuamit (Sigma Aldrich) B 0,01M K3POy4, pH 12). 3aTeM JUCThsI HHKYOHPOBAIH B
TEMHOT€ B TeueHHWe 15 MHMHYT TNpH KOMHATHOM TeMIleparype W BU3YAIW3HPOBAIA Ha
KOH(pOKaIbHOM  Ja3epHOM  cKaHupytomeM  Mukpockorie Nikon C2. Bo30yxnaeHue
(hITyopecieHITNN KpacuTeIsl MPOBOIMIN Tipu JyinHe BOIHBI 403 HM, a neteknuio — npu 447 HM.
KosmyecTBeHHas OlleHKa OTJIOXEHUH Kajul03bl BBIMIOJIHEHA 1Mo anroputmy (Zavaliev and Epel,
2015) npu ucnop30BaHUM porpaMMHOro obecrieueHus Imagel.

Buzyanusayus GFP 6 tucmusx u KoiuuyecmeaenHas oyeHka o4azo8 uHpexyuu
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Ouarun uH}pEKuu, 0O0pa3oBaBIIUECS B JUCThSAX BCIEACTBHE 3apa)KCHHs BUPYCHBIMU
Bekropamu TMV:GFP u crTMV:GFP 6butn BU3yanu3upoBaHbl PU MOMOIIY NOPTaTUBHON Y -
JaMIbl py JTMHE BOJHBI 366 HM. [lnmomanas o4aroB U MHTEHCUBHOCTH (imyopectieHiimu GFP
OLIEHUBAJIH, HCITIOJIB3Ys ITporpaMmmuoe obecrieuenue Imagel (Schneider et al., 2012).

Ananusz benxosvix 3kCmpaxmos aucmoes, unpuyuposarnnvix XBK, BTM u kpBTM

OOwmii pacTBOPUMBII 6enok u3 UH(HUIMPOBAHHBIX BHUpYyCaMu
muctheB N. benthamiana 6el1  BbIeTICH TrOMoOreHu3amnuelr (parMeHTOB JIUCTbEB B Oydepe
I1xPBS (1,7 ™M KH,PO4, 52 MM Na;HPO,, 150 MM NaCl) ¢ mnociaeayromum
ueHTpudyrupoBanreM g OcBeTiieHUs OKcTpakta. CynepHaTaHT OTOMpaiv, A00aBIsLIU
4x Sample buffer, comepxarmmii f-mepkantosTanoi. benkoBbie npemaparbl paszaensian B 12%
[TAAT' wa mnpubope Mini Protean (Biorad, CIIIA) c¢ mnocnenyromeir oxpackoit Kymaccu
OpmwnanToBBIM cHUM G-250.

Cmamucmuyueckuii anaius

JlaHHBIE aHATU3UPOBAIU JTUOO C MOMONIBIO t-KpuTepuss CThIOACHTA, MO0 C MTOMOIIBIO
onHo(dakropHoro mucnepcuoHHoro ananmsa ANOVA, kak yka3aHO B MOAMHCAX K PUCYHKaM.
3HAYUMOCTb PA3IHUYUI MEKIY TPYIIaMH OLIEHUBAIH ¢ OMOINbI0 TecTa Tukey HSD mpu ypoBHe
p <0,05 wnu c momomreio t-xputepus CrtbrogeHTa. Ha Bcex rucrorpamMmax IMpeicTaBlICHBI

CpCAHEC 3HAUYCHUC U CTaHAAapPTHAA omuoKa.
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PE3YJbTATBI

Anammn3 ypoBHs ’kcnpeccun NDKPILP B ycaoBusix cucremuoii madexmun X

BUpYyca kapTodesa u Tobamosupyco, BTM u kpBTM

B unrakTHbBIX 3penbix uctbix N. benthamiana skcripeccust NDKPILP monasnena 3a cuer
OKCHPECCHH BJIOKEHHOW albTEPHATUBHOW PaMKU CUUTHIBAHMS, KOTOpas HAXOAUTCS B COCTaBe
MPHK NDbKPILP. Taxke mokaszano, uro mpu 3apaxkenun iuctbeB N. benthamiana supycubsiM
BekTopoM KpBTM:GFP, co3nanabsiM Ha ocHOBe reHoMa KpBTM u He crtocOOHBIM K CUCTEMHOMY
TpaHcnopty, skcnpeccusi NOKPILP akTuBupyercsi. AKTUBaIMs SKCIIPECCHH TaK)Ke IMOKa3aHa JIJist
NtKPILP B pacrenusix N. tabacum c cucremuoi nndekuueit BTM, 0cOGEHHO B CBETIIO-3€JIEHBIX
30HaX MO3aWYHOTO JIMCTa C aKTMBHOM BUpYCHOM penpoaykiuei (Sheshukova et al., 2017). [{ns
TOT'0 4TOOBI TIOHST, siBIIsAeTCs Jin akTuBalws Skcnpeccu NOKPILP wacThio renepain3oBaHHOTO
OTBETa Ha BHUPYCHYIO MH(peKnuio, Obutn moaydeHsl pactenus N. benthamiana ¢ cucremuoi
undexmueir X supyca kaprodens (XBK), BTM u kpBTM. [l 3T0ro ucmnois30BaId BUPYCHBIN
BekTop PPVX (Komarova et al., 2006), koxupyromwmii nHpeknnonnyr komnuto XBK, BekTop ¢

uHpekunonHou konueit kpBTM unu cycnensuto yactun BTM.
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Pucynok 5. Dkcmpeccus NbKPILP aktuBupyercs mpu BupycHOW uWHDekiuu. A —
HKCTPAKT PaCTBOPUMBIX OENKOB U3 JUCTheB, HHPUuupoBaHHbIX XBK (cnea) u BTM u xpBTM
(cmipaBa). Dnextpodopes B 12% [TAAT, rens okpamen Kymacceu 6pumnantoBeiM cuaum G-250.
30HBI, COOTBETCTBYIOIIME OENKYy OOOJOYKH BHPYCOB, MAPKHUPOBAHBI CTpENKaMU. M, MapKepsl
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mosekyaspaoir Maccel (k/la). b, B u I' — orHocurensHoe koamuectBo MPHK NbKPILP B
mucthsax ¢ cuctemHor nHpeknueir XBK (b), BTM (B) u xpBTM (I'), orieHeHHOE ¢ TOMOIIIBIO
OT-kIILIP. 3nech u manee mpenCcTaBICHBI CpeHee 3HAUCHUE M CTaHJapTHas omuOKa. YpoBeHb
naxorieauss MPHK NbKPILP B MHTaKTHOM pacTeHMHM TOTO K€ BO3pacra ObUT MPHUHAT 3a 1.
HopmupoBka Ha 3HaueHus1, monydenHbie 1 MPHK rena npoteun ¢ocdaraser 2A (PP2A). ***,
p <0,001 (nByxBBIOOpOUHBIH t-KpuTepHii CTHIOICHTA).

PazButne cucremuoit wumHbpexknmum XBK mpoucxommno ©Ha 7 geHp  mocne
arpouHQMIbTpalMi, OpoObl Juis aHaiu3a coOupanu Ha 10-14 neHp mocne 3apakeHus.
ToGamoBHpycHasi CUMOTOMATHKA MPOSBISUIACh HAa 7 JIeHb MOCIIe HHOKYIALMH, PoObl coOupanu
Ha 7-10 nenp. [loMUMO BHIAMMBIX CHMITOMOB, MH()EKLIMIO MOATBEPKIAIN, coOUpasi 00pa3iibl
JUIS BBIJENICHHUST OOLIEro pacTBOPUMOro Oeska, TMOCJE Yero Mpemaparbl pa3fessuld METOJIOM

anextpodopesa B [TAAI' ¢ mociaenyrommm okpamuBanueM Kymaccu, 4To MO3BOJISIO BBISIBUTH

Ma)KOPHYIO I10JI0CY, COOTBETCTBYIOILYIO 110 Macce OesIKy 000JI04YKH BUPYCOB (pHC. SA).

W3 BepXHUX JIUCTHEB C MOATBEPKACHHON MH(pekuuell Beiaensiau TotansHyo PHK, nocne
yero aHamusupoBaiu ypoeHb skcrpeccur NOKPILP wmeromom kommvectBennoi IIIP B
pearpHOM BpeMeHH, npeaBapsieMoii oopatHoi Tpanckpuriueit (OT-kIILP). Pucynok 5 b, Bu I
nokasbiBaeT, uyTo dkcnpeccuss NOKPILP noBeimaercst B oTBeT Ha cucteMHyro nHdpekuo XBK B

~10 pa3, BTM u kpBTM — 60xee uem B 2000 pa3.

Co3nanue MojaenabHoil cuctembl st aHanau3za ¢ynkomii NbKPILP npu

B3aMMO/eiiCTBMH BUPYC-pPacTeHHe

Jlsst Toro uTo0bI BhIsCHUTH poiib U GyHKIHH NDKPILP B OTBEeTHBIX peakuusx pacTeHUsl
Ha BUPYCHYIO MH(eKIHIo, Obula co3/laHa MOJEIbHAs CUCTeMa, OCHOBaHHas Ha MHAyKuuu PHK
uHTep(epeHIH, MPUBOIALICH K MOJAaBICHHUIO SKCIPECCUU 1I€JIEBOT0 T'eHa. B qaHHOM monxone
UCIIOJIb30BATIM  TEXHHUKY BHpYc-uHAynupyemoro caitnencudra reroB (VIGS). TMogxonm c
ucnonp3oBanueM TexHuku VIGS npuBoaut k ymeHsienuto komuaectsa MPHK st srmoreHHpIx
TEHOB pPAaCTEHHH, KOTOpBIE HMEIOT CXOJCTBO C IIOCJIENOBATEIbHOCTHIO, COAEpXKAILEHCS B
BupycHoM BekTope (Burton et al., 2000; Shimizu et al., 2009). ITpu 5TOM A0CTATOYHO JOCTABUTH
B KJIETKY I1OCJIEJIOBATEIbHOCTh JUIMHOM HECKOJBKO COTEH HYKJIEOTHUIOB JUIsl (OPMUpPOBaHUS
neyuenovyeuHoit (au) PHK, koropas Oymer oOpa3oBbIBaTbCA MpU PEIUNIUKALKUKA BHPYCHOTO
BekTopa. Takas auPHK Oyaer unHaynumpoBaTh cailieHCHHI 1eleBOro reHa. Takum oOpas3om,
MOKHO HCIIOJIb30BAaTh HE ILEJIbII TI'€H, a JMIIb 4YacTh IOCIEN0BAaTENbHOCTH. i1 co3naHus
KOHCTpYKinu Obu1 BeIOpaH yuactok NDKPILP mmuuoit 183 ur ¢ 70 mo 253 HykieoTua

konupytomierr obnactu. BwiOpannbiii ¢parment NDKPILP knonupoBan B Bektop PPVX
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(Komarova et al., 2006) mox aymiMmupoOBaHHBINA IPOMOTOP reHa Oenka 00omouku. B pesynbraTe

obuta momydeHa koHcTpykius PPVX:frKPILP (Puc. 6A).

JIOCTaBKy KOHCTPYKIIMH OCYIIECTBIISUIM METOJOM arpoTpaHchopMainiiv: B HIKHHE
JUCThs MOJOABIX 4-5 HemenbHbIx pacteHuit N. benthamiana BBoauwnu uHMIBTpaIUei
CYCNEH3UI0 arpoOaktepuii, Hecyumx BupycHbI Bekrop PPVXfIKPILP mis uHIyKnuu
caiiencuHra. B HIDKHUX MHOWIBTPUPOBAHHBIX JIUCTHAX 00Pa30BBIBAIUCH BUPYCHBIC YACTHIIbI,
CHOCOOHBIE K JajbHEMYy TpaHCIOPTY. B pesynbraTe pacnpocTpaHEHHsS [0 PACTEHUIO OHU
JIOCTUTAJId BEPXHUX JIMCTHEB M HAUYMHAIM TaM PEIpOLyLIUPOBATHCS, BbI3bIBasl IOJABICHUE
skcripeccurt NDKPILP. B kadecTBe KOHTpOJIS HCIONB30BAIM BHPYCHBIH BekTop PPVX,
KOAUPYIOMMKA TOoJMHYI0 HHekunoHHyo konuio XBK, mpu 3apakeHur KOTOPBIM SKCIPECCHS
NbKPILP aktuBupyercs. Uepes ~7 naHell Ha BEPXHHUX JIUCTHSX TOSABJISUINCH CHMITTOMBI
cucremHort uHpekuuu (puc. 6b), a anamu3 nHakoruieHuss MPHK NDKPILP B o6oux THmax
MHOUIMPOBAHHBIX pacTeHui mpoBeaeH Ha 10-12 neHp nocie MHOKYIAIUH (A.11.1.).

A pPVX PVX:frKPILP
= P = =

o 25K-12 EE) e 2¢O o

WHTaKTHOe pacTeHune
(KoHTpONb)

b

pPVX:frKPILP B 12 -

OTHocuTenbHoe
Konuvecrtso MPHK
NbKPILP, eg.

KOHTPONb pPVX pPVX:frKPILP

1.5 -

OTHOCMTENIbHOE KONIMYeCBTO
PHK pennukasel XBK, eq.
=
(-]

pPVX pPVX:frKPILP

Pucynok 6. MonenbHas cucrema s ananusa ¢yakuuii NOKPILP. A — cxemaTtrueckoe
n300pakeHNe BEKTOPOB, CO3JaHHBIX Ha ocHoBe reHoma XBK, mcmonb3yembix A WHAYKIHAU
(pPVX, crnesa) u momasnenus (PPVX:frKPILP, crnpasa) skcmpeccun NDKPILP; 35S — 35S
MIPOMOTOP BUpPYCa MO3aWKHU I[BeTHOU KamycThl, Penm — ren perumkasbl XBK, 25K, 12K u 8K —
redbl TpoiHoro Omoka XBK, BO — ren Oenka o6omoukun XBK, crtpenka oOo3Hauaer
cyorenomusiii mpomotop rera bO, frKPILP — ¢parment nmocnenosarensuoct NOKPILP. b —
pactrenust N. benthamiana moaensHo#M crctemsl Ha 10 1.11.M, HCIIOIB3YEMbIE B OKCIIEPUMEHTAX.
B - orHocutensHoe koamuectBo MPHK NbLOKPILP B pacreHHsSX MOAEIBHONH CHCTEMBI,
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ounenenroe OT-kIIIP. Yposeus nHakorurenuss MPHK NbKPILP B mHTakTHOM pacTeHuH OBLI
npuHaT 3a 1. JlanHble ObUIM MpoaHANU3UPOBaHBI ¢ Hcnonb3oBaHMeM ANOVA. Pasnbie OykBbI
HAJT CTOJIOIIAMHU YKA3bIBAIOT, YTO Pa3jnuus craTHCTHUecKd 3HauuMbl 1pu p<0,05 (HSD Tukey).
Kontpons — umHTaKTHOE KOHTpoJbHOEe pactenue, PPVX — ¢ cucremuoit mnpekumeit XBK,
pPVX:frKPILP — ¢ monasnenHoi sxcnpeccuein NDKPILP Ha done cucremuoi nndexuun XBK.
I' — orHOcuTensHOE KommuecTBo reHoMHoN PHK XBK B pacrenmsix, napunmpoBanubix PPVX u
pPVX:frKPILP, ouenennoe OT-kII[P u mpaiimepamu k reny pemnkassl XBK. Pasnuuus B
9KCIPECCUH CTATUCTUICCKU HE 3HAYMMBI (JIBYXBBIOOPOUHBIH t-kKpuTepuii CThIOZCHTA).

Texuuka VIGS mosBosmna nmomaButh skcnpeccuio NDKPILP na done undeximm XBK
6osiee yem Ha 87% (puc. 6B). KonmnuectBennsie nmokazarenu MPHK NbDKPILP Gbuin cpaBHHMBI €
MHTaKTHBIMU PAcCTEHMSIMM TOTIO K€ BO3pacTa. YpPOBEHb PENpOAYKIMHM BUpyCa B PACTEHUSX C
cucremHorr uHpeknuedr pPVX:frKPILP umu pPVX cymecTBeHHO HE OTIAMYaiCs, 4TO OBLIO
MPOJEMOHCTPHUPOBaHO npH orueHke ypoBHel reHomHoi PHK XBK (puc. 6I'). Takum oOpa3zom,

OblL1a Cco3JaHa MOACJIbHAA CHCTEMaA, II03BOJIANOIIAdA CpaBHHUBATH 3(1)(1)6KTI>I MOBBIIICHHONU M

nozaasnenHou skcripeccun NDKPILP Ha ¢one BupycHoii nHdekuuu.

UccaenoBanne BausiHUs  noBbllmieHHON  Jkcnpeccun  NbKPILP  Ha
¢pusnonornyeckuii craryc pacrenuss N. benthamiana B ycjioBusix cucreMHoO#’

uHpexnun XBK

NbKPILP y4acTByeT B pery/isiiuu nepeaadu peTporpagHbIX CHTHAJIOB OT XJIOPOILIACTOB B
/PO

Panee 0Ob110 MoKkazano, uyto ypoenb MPHK NDKPILP B kopHSIX CyIlieCTBEHHO BbIIIIE, YeM
B (DOTOCHHTETUYECKH aKTHUBHBIX 3peJbIX JUCThsIX. Kpome Toro, B muHpumposanHom BTM nucte
Tabaka C MPOSBJICHHEM CHMITOMOB B BHJ/IE€ MO3aWKH B CBETJIO-3€JIEHBIX 30HaX C M3MEHEHHOM
NUIMEHTAIMe M akTUBHOW penpoxaykuueir Bupyca ypoBeHb MPHK NbKPILP cymectBenno
BBIIIIC, 4YeM B TeMHO-3eieHbiXx 30Hax (Sheshukova et al., 2017). B coBokymHOCTH 3TH
HAOJIOJICHUST TTO3BOJISIFOT TpeAnonaoxuth, 4ro aktuBauus NDKPILP nHa ¢one wuH)pekunn
OPUBOAUT K Ppa3pyLUIeHHI0 XJOpopuiia W/WIM MOXET ObIThb HalpaBlieHa Ha I0JIaBIEHUE
(GyHKLIMU XJIOPOIJIACTOB U (POTOCHMHTE3a B LieNOM. B Xjopomiactax OCyLIECTBISIOTCS MHOTHE
METa0OJMUECKUE TPOLECCH], MPOAYKTHI KOTOPBIX ONPENeNsioT (HU3MOIOTHYECKUH CTaTyc
KJIETKH, TIOCKOJIbKY TPEICTABISIOT CO00W KOMIIOHEHTHI WyTeH Nepeaadydl peTporpagHbIX
CHTHAJIOB OT Iactua K sapy. [ns mposepku mnpeamonoxenuss o0 ydactun NDKPILP B
perymsnuu Tepeqadyd peTporpagHbix curHanoB xjopormnactoB (CRS), Owima orenena
JKCHpeccHs SACPHBIX TEHOB, acCOIMUPOBAaHHBIX ¢ (poTocuHTE30M, (photosynthesis-associated

nuclear genes, PhANG), mpoayKTel KOTOPHIX B HOpPME JIOKAIU3YIOTCS B XJIOpPOILIacTax M
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obecreunBaroT ux HopMmanabHOe (¢yHknuonupoBanne. GOLDEN2-LIKE1 (GLK1) komupyer
TPAHCKPHIIIUOHHBINA (HaKTOp, HEOOXOUMBIN JIJIsl HOPMAJILHOTO pa3BuTHs xyoporuiactoB (Fitter
et al., 2002). Dkcnpeccuss GLK1 koppenupyeT ¢ 3KCIPECCUeil IeHOB, acCOIMMPOBAHHBIX C
(GOTOCHHTE30M, U TOJABIIAETCS MPH HapylieHnd (QyHKIHOHMpoBaHus xiaoporacto (Kakizaki
et al., 2009). LHCBl u 2 komupyrOT aHTCHHbIC OCIKH CBETOCOOMPAIOIINX KOMILICKCOB
dorocucrem (Song et al., 2018); RBCS1A koaupyer oaHy U3 M30(POPM MOl CyObEIUHHIIBI
RUBISCO, kotopast y4acTByeT B IPOTHBOBUPYCHOM MMMYHHOM oTBeTe pacreHuit (Bhat et al.,
2013). Usmenenus sxcnpeccun LHCBL, 2 u RBCS1A KOOpAHHHUPYIOT pETPOrpaaHbie CHTHAIIBI,
KOTOPBIC OMpeaessioT (hu3noIoruuyeckuii cratyc xsoporuiactoB (Susek et al., 1993; Burch-
Smith et al., 2011). HEMALl komupyer Oenok xsoporuiactoB, riyramwi-TPHK penykrasy,
KOTOpasi 00ecneunBaeT MepByI0 CTaJWI0 OMOCHMHTE3a TeTpamuppoia (MeTaboIU4ecKoro MyTH,
POMEKYTOUHBIC MPOAYKTHl KOTOPOTO CIY)KAT CHUTHATAMHU PETYJISIIUU SKCIPECCHU SICPHBIX
renoB) (Schmied et al., 2011; Song et al., 2018). AHanu3 PKCIPECCHH BBIIIE MEPEUNUCICHHBIX
reHoB ocyuiectBisiiin merogoM OT-kIILIP, onenuBas, Takum 00pa3oM, YpOBHU HaKOIICHUS

cootBercTByomux MPHK (puc. 7).

Ha pucynke 7A mpencraBieHbl pe3yibTarhl aHaiusza oOpasnoB PHK, BeinenenHoi us
auctheB pactenmii (i) ¢ cucremuoil uadeknuein XBK u mossiennoii sxkcnpeccueir NoKPILP,
Bb3BaHHON 3apaxkeameM pPPVX, (ii) ¢ cucremuoii undeknumeir XBK u momaieHHOM
skcnpeccuerd NDKPILP, BeizBannoit 3apakernuem PPVX:frKPILP, (iii) u u3 KOHTPOJBHBIX,
MHTAKTHBIX PACTEHH TOro ke Bo3pacTa. [lo pe3ynmpraraMm aHanm3a BHUIHO, YTO B 3apayKEHHBIX
pPVX pacrenusx, rae NDKPILP aktuBupoBaH, SKCIpeccHs aHAIU3UPYEMbIX T€HOB MMOJaBJeHA
[0 CPAaBHEHMIO C MHTAKTHBIMHU PAaCTEHUsIMH. B TO BpeMs Kak B pPacTeHMAX, MHPHUIHUPOBAHHBIX
pPVX:frKPILP, rae NbKPILP monmasneH, skcrnpeccuss GLK1 nonasiena, kak U B pacTeHUSX,
sapaxenabix PPVX, skcripeccuss LHCB1 u LHCB2 nmonaBneHa, HO B MEHBIIICH CTEIICHU, Y€M B
pacreHusx, 3apaxkeHHbIX PPVX, W 3Ta pazHHIla CTAaTUCTUYECKH 3HAYMMa. JKCIPECCUS] TEHOB
RBCSIA u HEMAL B pactenusix ¢ nogasnenHsiM NDKPILP, octaetcs Ha ToMm ke ypoBHE, 4TO U

B MHTAKTHBIX pACTCHUIAX.

JlononHuTenbHO  ObUIa  MPOU3BEACHA IPOBEPKAa  BBIIICIIEPEUYHCICHHBIX  TI'€HOB,
ACCOLIMUPOBAHHBIX C (POTOCHHTE30M, B YCIOBHAX TpaH3ueHTHOW skcrpeccuu NDKPILP. s
3TOr0  HCIIOJB30BAIM TeHHO-MHKEHEpHYI0 KOHCTpyKimio  35S-NbKPILP, coaepsxariyro
nocienoBarensHocTh NDKPILP mox kontponem 35S mpomoTopa BUpyca MO3aWKH ILIBETHOM
KamycThl B coctaBe OmHapHoro Bekropa PCambial300. /loctaBKy reHETHYECKOTO Marepuaia
ocymiectBisuia B ucths N.benthamiana merogom arporpancdopmariuu, a mpoObl sl aHATH3a

coOupanu Ha TPETH IeHb Mociae HHPUIBTPALUH, BBIAESS U3 JIUCTheB ToTadbHyto PHK.
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Pucynok 7. NDKPILP perymupyer 3KCIpeccHIO T'€HOB, OTBETCTBCHHBIX 3a Iepeaady
peTpOrpajiHbIX CHUTHAJOB XJjoporutactoB. A — OtHocutenbHoe koimyecTBO MPHK renos,
OTBETCTBEHHBIX 3a Iepefady pPEeTPOrpajJHbIX CHUTHAJIOB XJIOPOIUIACTOB, NpPH MOBBIILIEHHOU
(pPVX) u mopasnennoit (PPVX:frKPILP) skcnipeccun NDKPILP, onexentoe ¢ momoripio OT-
KITLIP. Yposenb HakoruieHus MPHK kaxgoro reHa B KOHTpOJbHOM pacteHuu (Control) mpuusat
3a 1. JlaHHbIE MpoaHANU3UPOBaHBI C UCHONb30BaHUEM Tecta Kpackena-Yommuca. Ctonlusl ¢
pa3HbIMH OYKBaMHU YKa3bIBalOT HA CTATHUCTHUYECKU 3HAYMMYIO PAa3HUIY B COOTBETCTBUU C POSt-
hoc tecrom Jlanna mpu p<0,05. b u B — OtHocutenbHoe konmudyectBo MPHK reHoB-mapkepoB
3amycka Tepenaud perporpaanbix curHanoB xsoporuiactoB (b) m MPHK NDKPILP (B) Ha 3
JLILU. CyCrieH3uel arpobaktepuii, comepskarux pCambia uau 35S-NbKPILP, mo pesynbraTam
OT-kIILP. Yposens Hakornenuss MPHK kaxmoro rena B MHTakTHOM JincTe (empty) npuHAT 3a
1. Pa3Hble OykBBI HajJ CTOJIOIAMM YKa3bIBAIOT, YTO PA3JIMYMs CTaTUCTUYECKM 3HAUYMUMBI MPHU

p<0,05 (ANOVA, HSD Tukey).

Ananu3 OT-kIILIP moka3ai, 4To B yCIOBHSX TpaH3ueHTHOH skcupeccun 35S-NbKPILP
npoucxoauT noxaasnenue skcnpeccun LHCB1, LHCB2, RBCS1A u HEMAL no cpaBHenuio ¢
UHTAKTHBIMM JIUCThsIMM, a okcrnpeccus GLK1 He wMenserca. CTOMT OTMETHTh, YTO
arpoMHQMIbTpaIMs KOHTPOJIbHBIM OMHapHBIM BekTOpoM pCambial300, kotopas cama 1o cebe
uHIyIpyeT Hebombioe mosbimeHre ypoBus MPHK NDKPILP (puc. 7B), Takke npuBOIUT K
KOJIEOAHUSIM B 3KCIIPECCUU aHAIM3UPYEMBIX T€HOB, YUAaCTBYIOLIUX B PETPOTPaJHOM CUTHAJIMHIE
(puc. 7b): RBCS1A u HEMAL nonaBieHbl, HO B MEHBIIEH CTENEHH, YeM NPHU 3KCIPECCUu 35S-
NbKPILP; pasuuma B oskcnpeccun LHCB1, LHCB2 wmexay HWHTaKTHBIMH JIMCTBSIMH U

koHTposibHbIME (PCambial300) mucThsiMu CTaTUCTHYECKU He 3HaumMma; a sKkcrpeccuss GLK1 ne
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MmeHsiercsi. Takum oOpaszom, Obuto mokaszaHo, uto kKak NDOKPILP mpuaumaer yuactre B
HeratuBHOU perymsaiuu skcnpeccuu renoB LHCB1, LHCB2, RBCS1A u HEMAL u, Takum

00pa3zoM, y4acTBYyeT B PeryJsiliiU Mepeaud peTporpajHblX CUTHAJIOB OT IUIACTU/ B SIPO.

NbKPILP yuacTByeT B pery/siiuu yrjiepogHoro Meragoamzma

@DOTOACCUMUJIIATHL  SBISIFOTCA  NMPOJAYKTOM (POTOCHHTE3a, M HX (DU3MOJIOTHUECKOE
pacrpenienieHue Mo BCEMY pPAacTEHHIO HEOOXOAMMO ISl MPaBHIBHOTO POCTA, CO3PEBAHUSA H
pasMHOXKeHUs. BupycHas uHbekuus HEraTUBHO BiMseT Ha (OTOCHHTE3 U MPUBOAUT K
JUCGYHKIIMH XJIOPOILJIACTOB U UCTOILIEHUIO PECYPCOB, MO3TOMY ObliIa IPOBEJCHA OLIEHKA YPOBHS
HaKOIUICHHS TJIIOKO3bI B SOUICE-THCThSIX U B SINK-4acTsX TpeX TPyIIl PacTeHUH MOJCIbHOM
CHCTEMbI: B MHTaKTHbIX, B MHpuuupoBaHHbIX PPVX u B uHbunmposanueix pPVX:frKPILP.
Source-nuCTbs — 3TO 3pesible JUCThsI, KOTOPbIE MPOU3BOASIT OCHOBHON 00heM (hOTOACCUMUIIATOB,
CITy’XKAI[MX 3arMacoM MUTATSIbHBIX BEHIECTB I BCEro pacteHus. Sink-uactu pacteHuit — 3TO
aKIENTOPHBIE YaCTH, KOTOPBIE BKIIOYAIU B ce€0s BEPXYLICUHBbIC YACTH PACTEHHUS C MOJIOJIBIMHU
JUCTBSMU JUIMHOW MeHee | CcM, [IBETKM U IBETOYHBIE IIOYKH. B  SOUrCe-mucThix,
uHuipoBanHbix kak PPVX, tak u pPVX:frKPILP, Habmroa10ch CHIKEHHE YPOBHSI TITFOKO3bI

M0 CPABHEHUIO C MHTAKTHBIMU PAaCTEHHUSIMU: B 6 U 2 pa3a, COOTBETCTBEHHO (pHC. 8).

1.2 - M control
M pPVX
1.0 - pPVX:frKPILP

=]
= O

OTHOocUTenbHoe cogeprKaHue
rMLKosbl
=)
)
|

source sink

Pucynox 8. NbLKPILP yuactByer B peryiasiud yriepoaHOro MeTaboim3ma.
OTHOCHTEIBHOE COJICpKaHUE TIIOKO3bI B SOUrce m Sink Tkamsx pacrenwit N. benthamiana c
cucrtemHoit uHgpekuueir pPVX numu pPVX:{rKPILP. YpoBeHb Ii1t0K03bl B UCXOAHBIX JHUCTHSIX
KOHTPOJIbHBIX pacTeHuid (Control) mpuusT 3a 1. Pa3Hbie OYKBBI HAJ| CTOJIOIIAMH YKa3bIBAIOT, YTO
paznuuus craructudecku 3HaduMel ipu p<0,05 (ANOVA, HSD Tukey).

OTO yKa3bIBaeT Ha IMojaBlIeHHE (HOTOCHHTE3a U YIIIEPOAHOTO METAa0OIM3Ma, BEI3BAHHOE
BUpycHOl nHdekiuenn. OnHako B Sink-uacTsax pacrenuit ¢ mogasnenHoit sxcnpeccueit NOKPILP

YPOBCHB TI'JIFOKO3BbI OBLI TaKKM JKC, KaK U B UHTAKTHBIX pACTCHUAX, 4 B I/IH(pI/II_II/IpOBaHHBIX pPVX

pacrenusix, rae skcnpeccrss NDKPILP mnoBeiieHa, copepkanue riioKo3bl ObLUIO B 2 pa3a HIKE,
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YeM B MHTAKTHBIX. DTH Pe3y/bTaThl yKa3biBaroT Ha TO, uTo NDKPILP yuactByeT B perymsiuu
HaKOIUJICHU M pacrpeneneHust (oroaccuMuAToB Bo Bpems uHbpekiuun XBK, a cHmxenue

YPOBHSI INTFOKO3bI cBsi3aHO ¢ aktuBaiei sxcrpeccur NDKPILP, Bei3Bannoit XBK.

NbKPILP yuacTByeT B peryjsiiuu OTJI0KeHNH KAJLI03bl BOKPYT ILIA3MOIeCM

B cooTBeTcTBHM ¢ TUTIOTE30M O TOM, 4yTO OHoreHes u gpynkuuonuposanue [1/] Bo mHOTO
3aBUCAT OT (PU3UOJOTHMUYECKOTO CTaTyca IUIACTHA, KOTOpBIE MOCPEICTBOM PETPOrPaIHBIX
CHUTHAJIOB PETyIUPYIOT MEXKIeTouHbI TpancmopT (Burch-Smith et al., 2011), 6sut0 caenano
NPEIIOoJIOKEHHEe O TOM, 4YTO JaHHasg peryiauus Ha (oHEe BHUPYCHOM HHQPEKIUU MOKET
npoucxoauth npu ydacturn NDKPILP. Ongaum #u3 MeXaHU3MOB pETyISUH IMPOMYCKHON
criocoOHoctu IIJ[ sBiseTcss MOAynsiUs OTJIOKEHUM Kaio3bl BOKPYT KaHala. YBEJIMYECHHE
OTJIOXKEHUS KaJIJIO3bl BbI3bIBACT yMEeHbLIEeHUE anepTypsl [1J], a nerpaganus kamio3sl IPUBOAUT K

pacuIupCHUIO HZ[ H aKTUBAIlUXU MCKKIICTOUYHOI'O TPpaHCIIOPTA.

pPVX:frKPILP

pPVX

A KoHTposnb

. '
) ’

= 113

0.87

Kannosbl
=) =
= =)
I

CpegHAsa NNOWaAb OTNOKEHUM
e
N

OTHOCMTENbHAA MHTEHCUBHOCTD
$nyopecyeHyrn

1.0
0.87 I I

KOHTPONb pPVX pPVX:frKPILP KOHTpONb pPVX pPVX:frKPILP

=)
=}
=)
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Pucynok 9. NbKPILP y4acTByeT B peryisiiiuu OT/I0KEHUH KaJuI03bl BOKPYT TIa3MOJIECM.
A — QuyopecueHTHbIE H300pa)KeHHsI KaJjlo3bl, OKPAIICHHON AHWJIMHOBBIM CHHHMM. JIUCTBA
KOHTPOJIbHBIX HE3apaK€HHBIX pacTeHHM M pacTeHuil ¢ cucteMHod wuHpexnueit pPVX wim
pPVX:frKPILP uHQUIBTpUPOBAIM pPACTBOPOM AHWIMHOBOTO CHHEIO W aHAJIM3UPOBAIU C
MOMOIIbI0 KOH(POKAIBHOM Ja3epHOl cKaHHpYrolled Mukpockonuu. Macmtabuast auneiika = 20
MKkM. b u B — oTHocurenbHass MHTEHCUBHOCTH ()IyOpeCUEHIUMH, OTpa)karollas KOJIMYEeCTBO
kamto3bl BOKpyT 11 (B) u cpenusis miomaap Kammo3HeIX OTI0XeHui (B) B mucThAX pacTeHuit ¢
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cucremuorr mHpeknueir PPVX u pPVX:frKPILP mo cpaBHEHHIO B HMHTaKTHBIMH. YPOBCHb
KaJUTO3bl B KOHTPOJIBHBIX pacTeHUSIX MPHUHAT 3a 1. Pa3Hble OykBBI Haj CTONOIAMHU YKA3bIBAIOT,
4TO pasuuus craTuctuuecku 3HaunMsl ipu p<0,05 (ANOVA, HSD Tukey).

YroObl uccnenoBarh BiusHUe moBbiieHHOW 3kcrpeccud NDKPILP wHa perymsmuio
nponunaemoctu [1J[, ObuT OLIGHEH YPOBEHb OTJOKEHUN KaJJIO3bl B JIUCTHAX WHTAKTHBIX
pacrenuii N. benthamiana u B cucremuo unpuipoanubix pPVX u pPVX:frKPILP pacrenusx.
Kamnosy okpammBaiu aHWIMHOBBIM CHUHUM (puUC. 9A) U OLEHUBaIM KOJUYECTBEHHO IO
UHTEHCUBHOCTH (DIyOpECIIEHIIMM KpacHTess, CBsA3aBiierocs ¢ kamro3oi (Zavaliev and Epel,
2015). YpoBeHb OTIOXKEHHH Kauio3bl B 3apakeHHbIXx XBK pacTeHHsIX ¢ TMOBBIILICHHOM
skcnpeccrerd NOKPILP Obu1 cHmken Ha 13% 1o cpaBHEHHIO C MHTAKTHBIMH PACTCHUSIMH, B TO
BpeMsi KaK B JIMCThsIX ¢ mojaBiaeHHoi sxcnpeccueit NOKPILP na6oaanocs yBennuenue ua 13%
(puc. 9b). [IpumeuaTenbHO, YTO KOIUYECTBO (DIIYOPECHEHTHBIX TOYEK U UX CPEAHSS ILIOMIAIh He
pa3MyaNuch MEXAy IPOAaHAIM3UPOBAHHBIMU oOOpasnamMu. JTO YKa3blBa€T HAa OTCYTCTBHE
CYILIECTBEHHBIX M3MeHeHul konuuectBa [IJ[ Ha emununy miomanu u Mopdonoruu IIJ[ nmo
CPaBHEHHIO ¢ KOHTPOJIbHBIME pacTeHusiMu. Takum odpaszom, mokazano, uto NOKPILP ygacteyer
B PEryJslUy OTJIOXKEHUH KallJIo3bl BOKPYT IUIa3MOJECM BO BpeMs BUPYCHOW HWHQEKIIUH,

CIIOCOOCTBYS €€ Jierpajaliu.

Boisinienne poau NOKPILP B peryasinmum OJMKHEro TpaHCHOpPTa M

penpoaykuuu BTM u kpBTM

CnocobctBys nerpamanuu kamno3bl Bokpyr 1[I, NDKPILP, Takum oOpazom, moxer
SBIISITBCSL TTO3UTHBHBIM PETYISTOPOM MEXKKIETOYHOTO TPAHCIIOPTa, B TOM YHCIE W TpHU
BupycHoit undexiuu. Jns onenkn Biusaus NDKPILP wa OGmwkHuii TpaHcmopT Bupyca ObuH
UCIOJIb30BaHbl BUPYCHBIE BEeKTOpHl Ha ocHoBe reHoma BTM (TMV:GFP, puc. 10A) u xpBTM
(crTMV:GFP, puc. 11A), B koTOpbIX I'eH Oenka 000104ku 3amMeHeH Ha reH GFP. Tpu rpymmbst
pacTeHHi BBIICONMCAHHON MojenbHO# cuctembl: (1) ¢ moBbimeHHOM dkcnpeccuern NOKPILP
(rpymma pPVX), (2) ¢ momasnenHoit skcnpeccueir NDKPILP (rpymma pPVX:frKPILP) u (3)
KOHTPOJIbHBIE, 3apa)kaJli BUPYCHBIMH BEKTOpaMM Ha OCHOBE reéHoMa To0aMoBHpPYCOB. [locTaBky
TeHETUYECKOro MaTepHaja OCYILECTBIISIIM C MOMOIIBIO arpoMHMIbTpanuu. s noaydeHus
OJIMHOYHBIX KJIeTOK, TpaHcpopmupoBaHHbX [MV:GFP wmn crTMV:GFP, c¢ nanbHeimum
pPa3sBUTHEM OTIENBHBIX OYaroB WHQEKIMH, HCIOIH30BAIN ONTUMH3MPOBAHHBIC pa3BEIACHUS
cycneH3uil aprobakrepuii. Busyanuzanus otaensHbeix (okycoB uHpexuuu, coaepxanmx GFP,
Obuta mpowusBeneHa dyeped 4 nHsA mnocne arpouHpuibTparmu (puc. 10b u puc. 11b), a
MoCJIeyomas KOJTMYECTBEHHAs! OICHKa MO3BOJIIIA ONEHHUTh 3()(PEKTHBHOCTh pPEIUIMKAINN H

MEXKIJIETOYHOIO0 TpaHcropra. Pe3ymprarel, mnpeacraBieHHble Ha pucyHkax 10 wm 11,
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JEMOHCTPHUPYIOT, YTO KOJIU4YecTBO (oKycoB, coaepxkammux GFP, 3HaunTensHO HUXKE B
KOHTPOJILHBIX PAaCTEHUSIX M pacTeHHsX ¢ monpaBieHHOH dkcnpeccrerd NDKPILP mo cpaBHenuto ¢

pacTeHusIMH ¢ akTUBUpoBaHHOM dkcnpeccueit NDKPILP.

Hnst onenku 3¢ ekTuBHOCTH ONMKHETO TPAHCIOPTa M PEHPOAYKIIMH TOOAMOBUPYCOB
OblJIa KOJMYECTBEHHO olpejaeneHa Iomanb (okycos, coaepxamux GFP, u uHTEeHCHMBHOCTH
diryopecueHIINN B KaxJ0l SKcrepuMeHTanbHoi rpymnme. KonnyecTBo Oosee KpYMHBIX 04aroB
(100-300 nwmkcenei) sIBJISETCS CaMbIM BBICOKMM y PAacT€HHH C TOBBIIICHHOH 3KCIpeccHei
NbKPILP, B To BpeMs Kak KOJMYECTBO MEJKHUX o4yaroB (2-49 mukceneil) sBISCTCS CaMbIM
HU3KUM B 3ToH Tpynmne (puc. 10B u 11B), To ecth Hambosee 3h(HEKTUBHBIA MEKKICTOUHBIN
TPAHCIOPT HCCIEAYEMBIX TOOAMOBHPYCOB CBsi3aH C MOBbIIIeHHOM sKcmpeccueir NbKPILP.
WutencuBHocts ¢uryopecuenimn GFP B kaxmom odare oTpakaeT ypOBEHb PENpOAYKIUU
BUpYCHOTO BeKkTOopa M HakoruieHuss GFP. HauGonbmas MHTEHCMBHOCTD Takke HaONIOgaeTcs y

pacrenwuii ¢ moBeimeHHoi skcrpeccueit NOKPILP (puc. 10I' u 11T0).
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Pucynok 10. NDKPILP ctumynupyer penpoayKIHio 1 MEXKKISTOUHbIH Tparncnopt BTM.

AKT

A — cxemartmdeckoe m3oOpaxxenue Bekropa TMV:GFP mHa ocHoBe reHoma BTM. IIp™ -
npomotop rena Act2 Arabidopsis thaliana; RdRp, ren pemsukassr; TH, reH TpaHCIOPTHOTO
oenka; GFP — ren 3enenoro ¢ayopecuentHoro Oenka, 3ameniaromero red FO; T, TepMuHaTop
TpaHCKpUNUUU. b — u300pakeHHs JUCTbEB B YJIbTPapHUOIETOBOM CBeTe Ha 4 JieHb Mocie
arpoun¢unsTpauud TMV:GFP. B — mponeHT ouyaroB pa3zHoro pasmepa, SKCHPECCHPYIOLIUX
TMV:GFP. I' — cpennsist uHTeHCUBHOCTH (iryopectieHnnu GFP B ananmusupyembix ouarax. [l u E
— OTHOCHTEJIBHOE KOJIMYECTBO TPAaHCKpUNTOB reHoB 75 n GFP, cuHTe3npoBaHHBIX ¢ BUPYCHOTO
Bektopa TMV:GFP. IlpencraBnennsie Ha rHcTorpamMmax B-E naHHBIE MpoaHATU3HPOBAHBI C
ucnonb3oBanueM ANOVA. B kadectBe koHTposisi (control) wcmonb30BaHbI JIMCTHS HE
nHummpoBanubeix XBK pacrenuii. PazHple OyKkBBI HaJ CTOIOIAMHU YKA3bIBAIOT, UYTO Pa3IMUHUS

craructuuecku 3HaunMsbl ipu P<0.05 (HSD Tukey).
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Pucynox 11. NDKPILP crumynupyer penpoaykiui W MEKKICTOYHBIH TPaHCIOPT
kpBTM. A — cxemarndeckoe n3o0paxenue Bekropa CrTMV:GFP na ocHoBe renoma kpBTM.
[p™*™ — mpomortop rema Act2 Arabidopsis thaliana; crRdRp, rem permmkassr; 75, reH
tpancnopTtHoro Oenka kpBTM; GFP — ren 3enenoro ¢ayopecueHTHOro Oenka, 3aMelaroIiero
red 5O; T, TepMUHATOP TPaHCKPUNLUU. b — n300pakeHus TMCTHEB B YIbTPa()UOIETOBOM CBETE
Ha 4 nenp nocne arpouH¢wmisTpanuu CrTMV:GFP. B — mpoueHT o4yaroB pasHoro pasmepa,
skcnpeccupyomux CITMV:GFP. T — cpeanss uHTeHcHMBHOCTH (uryopecueHuuun GFP B
aHaM3upyeMbIx ovarax. /| m E — oTHOCHTENnsHOE KOTMYECTBO TpaHCKpUNToB reHoB 7h u GFP,
CUHTE3UPOBAHHBIX ¢ BUpycHOro Bektopa CI'TMV:GFP. Ipencrasiennpie Ha ructorpaMmax B-E
JAHHBIC TIPOAHAIM3UpPOBaHbI ¢ wucmoab3oBaneM ANOVA. B kauectBe kouTposst (control)
WCIIOJTh30BaHbl JIUCThsI He MHpuImpoBaHHbx XBK pactenmii. Pazubie OykBBI Haj CTOIOIAMU
YKa3bIBAIOT, YTO Pa3IM4Msl CTATUCTHUECKHU 3HauMMBbI Tipu p<0.05 (HSD Tukey).

JlomonHuuTenpbHO OBLIa TIPOBEACHA OICHKAa YpOBHS HakoruieHus BupycHo PHK,
koaupytomied 756 u GFP B 30onax mHpmisTpauuun TMV:GFP. Ilpu noBeimeHHoil sxcnpeccuu
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NbKPILP cooTtBeTcTBYIOIIME TPAHCKPUIITHI HaKAIIMBAIKUCH puMepHo B 20 pa3 addexrruBHEe,
4yeM B pacTeHusX ¢ mojaasieHHo# skcrpeccueir NDKPILP 1 koHTponbHBIX pacTenusx (puc. 10/]
u E). Amnanoruunsie pe3ynpTaTbl OBUIM TIOJIYYEHBI Ha pPACTEHHSX, WHOKYIMPOBAHHBIX
ctrTMV:GFP (puc. 11J1 u E). Dro ykassiBaeT Ha TO, YTO PEHMPOAYKIHS TOOAMOBHPYCOB

ogaBJsieTcs nmpu mojaasiaeHuu sxcrnpeccun NoKPILP,

D¢ dexTuBHOCTH arpodakTepHaibHON TpaHCcHOPMALIUK PACTEHUIM 3aBUCUT OT MHOXKECTBA
¢axTopoB, u cama o cebe arpoGakTepuanbHas HHPEKIHs ABISETCS CTPECCOBbIM (hakTopom. B
CO31aHHOM MO/IeNbHOM cucTeMe Ha ocHoBe XBK ToOaMoBHpYyCHBIE BEKTOPHI JOCTABISIIM IIyTEM
arpouHuIbTpanuu, koraa yposenb sxkcrnpeccud NDKPILP yike ObuT peiBapuTEIbHO H3MEHCH:
B ciaydae PPVX — mosbiiren, a B ciydae PPVX:frKPILP cumken. Takum o6pa3om, HElb3s
UCKJII0YaTh, YTO OTO TMOTCHUUAIBHO MOIJIO TMPHBOJUTH K pasHoW 3PPEeKTHBHOCTH
TpaHc(hOpMAIMKA PACTUTENFHBIX KJIETOK arpoOakTepusiMu. UTOOBI UCKITIOUUTH BIHSHUE ITOTO
npenmnosaraeMoro 3¢GdeKra U JOMOIHUTEIBHO MOATBEPAUTh, YTO TIOAABICHUE AKCIPECCUU
NbKPILP oTpumarensHO BIUSET HMEHHO Ha PEMPOIYKIIHIO TOOAMOBHPYCOB, ObLIT MCIOIb30BaH
CIICAYIONIMIA dKcnepuMeHTanbbli moaxoj. [lomasinenne NDKPILP Bbi3biBamu ¢ MOMOIIBIO
BpeMEHHO dKcrpeccupyemoit  kaccetbl  35S-SIKPILP  (puc. 12A), xoaupyromieir 346-
uykieotuanbiii  pparment NDKPILP B cMbICIOBOW H  aHTHCMBICIOBOW  OpHCHTAIIWH,
paszelieHHbIe WHTPOHOM W3 TeHa mupyBar optodocdar nukunaszel (PDK) Flaveria trinervia.
IMpu tpanckpunuuu 35S-SiIKPILP B pacrutenbHOil KieTke cuHTesupyercs eaumHas PHK,
coxepkaias ooa pparmenta NDKPILP, pa3nenennsie uaTporom. [Ipu BbIxoe U3 sijjpa HHTPOH
crutaiicupyercs, a B muromiasMme HakaruBaetcs APHK SiKPILP, xoropast wnmyrmpyet
nopasienue dkcnpeccun dHporeHHoro NDKPILP uepes mexanmsm PHK wunTepdepenumu.
Bekropet TMV:GFP unmu crTMV:GFP BBoaunu B nuctes N. benthamiana omxHoBpemeHHO ¢
koHcTpykuueit 35S-SIKPILP wimm pCambial300 B kauecTBe KOHTposs. Jkcmpeccus 35S-
SIKPILP Obuia monrtBepskaena OT-xITLP (puc. 126 m B) um npuBogmna k ~5-kpaTHOMY

camkeHnto ypoHs sHnorenHoro NoKPILP (puc. 136 u puc. 14B).
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Pucynok 12. Dxcmnpeccusi KOHCTpYKIUH, Hampasiswoomeid Hakoruienue siKPILP nmms
unnykuun PHKu B mmctesax N. benthamiana. A — cxematuueckoe M300paKeHUE KOHCTPYKIUH
35S-siKPILP. b u B — otHocutensroe konmuuectBo MPHK NDKPILP (otpaxaroiee HakorieHue
TpaHckpunToB, obpasyrommx SIKPILP) na 3 nens mocne arpounduibrpanuu 35S-SIKPILP u
BektopoB TMV:GFP (B) u crTMV:GFP (B), ouenennoe OT-kIILIP. YpoBeHs HakorieHUs
MPHK NbKPILP B jHcThsIX, HHOKYIMPOBAHHBIX OMHApHBIM BekTopoM pCambia Ol npuHST 3a
1. *** p <0,001 (aByxBbIOOpOUHBI t-KpuTepHii CThIOICHTA).

OnTuMu3MpoOBaHHOE pa3BeICHUE arpoOaKTEepPHaIbHON CYCIIEH3WHU TTO3BOJIWIIO TOIYYUThH
OTYETJIMBbIC 30HBI TOOaMoBUpycHOW wuHOpekimu (puc. 13A u puc. 14A), pasmep KOTOPBIX
orpaxan sddextuBHocTh pacnpoctpanenus TMV:GFP wumu  crTMV:GFP. Pesynbrarsl
KOJIMYECTBEHHON OILIEHKH pa3mepa odvaroB wmHpekumu (puc. 13B u 14B) mokaspiBaroT, 4TO
noaasnenue s3xkcrpeccun NDKPILP, unanymuposannoe SIKPILP, npuBoanino k yBenudeHUIo Ha
~10% xonuuyecTBa MeNKUX od4aroB (2-99 mnukceneil) W yMEHBIICHHIO KOIWYecTBa OoJee
kpynHbix o4aroB (200-1000 mumkceneil) B 3 pa3za Mo CpaBHEHHIO C KOHTPOJEeM (BHPYCHBIE
BEeKTOpHI, KouH(pmibTpupoBanusie ¢ pCambial300). Takxke ObuT OIIEHEH YPOBEHb HAKOILICHUS
Bupycaoit PHK B 3omax wmHbuiaprpammu TMV:GFP wmun crTMV:GFP (puc. 13T u 140).
Pesynapratet OT-kIIIIP moka3zanu, yTo B 30HAaX ¢ moaaBieHHoW skcnpeccueit NbKPILP
HaKOIJICHWE TPAHCKPUIITOB, cojepxamux reH TpaHcnoptHoro Oenka (Tb, xpTh) wim GFP
CHIDKEHO B ~3 pasa 1o CpaBHEHHIO C KOHTpoJieM. Takke clieyeT OTMETUTh, YTO KOJHMYECTBO

oyaroB HMH(QEKIMH TOOAMOBHPYCOB NPHUMEPHO BIBOE MEHBIIE MPU IOJABIECHUH 3KCIPECCUU

NbKPILP.
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Pucynok 13. Ilogasnenue sxcrpeccurt NDKPILP ¢ moMoripio TpaH3ueHTHOM decipeccru
35S-siKPILP cHmwxkaer »s¢dextuBHOCTh penpoaykuuun BTM. A — Bu3yanusauus B
yiapTpadHoNeTOBOM ~ cBeTe ~ ouaroB  uHpekuuu B gmcthix  N.  benthamiana,
arpouHuibTpupoBaHHbix TMV:GFP coBmectHo ¢ Bektopom pCambia (cieBa) mimu ¢ 35S-
SIKPILP (cmpaBa) na 3 a.mu. b — orHocutensHoe koauuectBo MPHK NDKPILP B Tex xe
JUCThsIX. B — mpoueHT ouaroB pasHoro pasmepa, skcnpeccupytomux TMV:GFP. I' —
otHocutenbHoe koauuectBo PHK renoB tpancnopraoro 6eixka BTM (7h) u GFP, onenentoe
OT-kIILP. Ha rucrorpammax b-I" mpencraBnens! cpeanue 3Ha4eHus U cTaHAapTHas omudka. b
u I', ypoenb HakomieHus MPHK NDKPILP B nucThsix, arpouH(UIbTpHPOBAaHHBIX OHHAPHBIM
BekTopom pCambia, Obu1 mpunsT 3a 1. JlaHHBIE NPOAHATU3UPOBAHBI C HCIOIb30BAHUEM
IByxBbIOOpOUYHOTO t-KpuTepusa Crerogenta. ***, p <0.001; **, p<0.01, *, p<0.05.

B coBokymHOcTH 3TH JaHHble ykas3biBaloT Ha TO, 4to NDKPILP He Bnuser Ha
3¢ (eKTUBHOCTh arpoOakTepUaNbHOM TpaHCPOpPMAIlMM, HO BIUSET Ha pPa3BUTHE BHUPYCHOU
uHbekun. Takum o0pa3oMm, ObLTO MOKa3aHO, 4TO moBbimeHre skcrnpeccud NbKPILP

crocoOcTByeT ToOaMOBHUpPYCHON MH(eKuu kak Ha ypoBHe HakomieHuss PHK, Tak Ha ypoBHe

MCKKJICTOYHOI'O TpaHCTIOpTaA.
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Pucynok 14. TlomaBiaenue oskcnpeccun NDKPILP ¢ momompeio siKPILP cHmxaer
s dexkruBHOCTE penponykiuu KpBTM. A — Busyanu3anus B yinbTpadruoIETOBOM CBETE 0YaroB
undekuun B ymctbax N. benthamiana, arpoundunstpupoBanusix CrTMV:GFP coBmecTHO ¢
BekTopom pCambia (cneBa) mim ¢ 35S-SIKPILP (cmpaBa) Ha 3 anu. b — oTHOcHTenbHOE
konmyectBo MPHK NbKPILP B Tex ke nucThsIX. B — IpOIEHT oyaroB pasHOro pasmepa,
skcnpeccupyromux CrTMV:GFP. I' — otHocutensHoe konudectBo PHK renoB tpancmopTHOTO
6enka kpBTM (kpTh) u GFP, omenennoe OT-kIILIP. Ha rucrorpammax b u I' ypoBeHb
Hakorienuss MPHK NbKPILP B nucThsix, HHOKYIMpOBaHHBIX OMHApHBIM BekTopoM pCambia
Obl1 mpuHAT 3a 1. [laHHBIE NpOaHaIM3UPOBAaHBl C MCIONB30BAaHHUEM JABYXBbIOOpOYHOrO t-
kputepus Cterojenta. ***, p <0.001; **, p<0.01, *, p<0.05.

Uccaenosanue Baussnusi NOKPILP na pa3Butne cucremuoii nndexuun BTM

u KpBTM

Jlst ouernku ponu NDKPILP B pa3zButum cucteMHO# TOOAMOBHPYCHON MH(EKIUH ObLIH
UCTIOJIB30BaHbl  PACTCHHUS BBIIICONIMCAHHONW MOJENBHON CHCTEMBI: C TIOBBIIEHHOHW W
nozaasnenHoi skcnpeccrert NOKPILP, unayuposantoit Bekropamu pPVX wmu pPVX:frKPILP,
COOTBETCTBEHHO, M HHTAaKTHbIE pPACTEHHMs TOTO e Bo3pacta. Bce Tpu rpynmsel Obuin
uHpunmpoanbl BTM unu xpBTM s nmonydeHus CUCTEMHOM HMHQEKIUH. DKCIEPHUMEHTHI
ObUTM TIOBTOPEHBI JBAXABI. B XoJe MpOBEACHUS OJKCIEPHUMEHTOB OBUIO TPOM3BENEHO
HaOJIOICHNE 32 Pa3BUTHEM CHMITOMATHKH, XapaKTepHOU JIsi TOOAMOBHPYCHON HMH(DEKIWH, a

HMCHHO, HCKPOTHUYCCKOC MOPAXKCHUC JINCTHCB, cTebns u YCPCIIKOB, YBAJAHHUC BCpXYH.IC‘IHOﬁ
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YacTH BO BCEX IpYINax pacTeHUM, a Takke 3aQUKCUPOBaHO Bpems rubenu. BakHO OTMETHUTH,
yto cuctemHas uHpekuus BTM u kxpBTM uacTo NpuUBOAUT K BO3HUKHOBEHHUIO CHCTEMHBIX
HEKpO30B ¢ mocienytomierd rudenpto pacrenuii N. benthamiana (puc. 15), B omimume ot
pacrenuii N. tabacum. Bpems mpoBeneHus sKcrepuMeHTOB cocTaBisuio 40 nmHeit. B rpymme
MOCK-MHOKYIMPOBAHHBIX, HE 3apaKEHHBIX HU OJHHM M3 BUPYCOB, pACTCHHI BHDKHBACMOCTh Ha
OpOTsDKEHHMH — mepuona  HaOmogenus — coctaBmna — 100%.  JluHamMumka — CMEPTHOCTH

UHHUIMPOBAHHBIX pacTeHui K 40-My JHIO MpeacTaBleHa Ha pucyHke 16 A u b.

Pucynok 15. Buemnwuii Bun pacrenuit N. benthamiana ¢ cucremuoii undpexuueit BTM
(A) u xpBTM (b).

Bupyc-unayiupoBantoe nogasinenue skcrnpeccurn NDKPILP BiBoe cHmkaer ypoBeHb
cMepTHOCTH MHUIIpoBaHHEIX BTM pacTenmii 1o CpaBHEHHIO ¢ KOHTPOJIBHOMN TPYIIION UM C
pacrenusimu ¢ noBbimeHHbIM ypoBHeM NDKPILP (puc. 16A). Omgnako, undekuus kpBTM He
cronb uyBcTBUTENbHA K 0TcyTcTBUIO NDKPILP: 90% pacteHuii U3 sKkCepruMeHTaIbHON TPYIIITBI
¢ noxasieHHoi skcnpeccreii NDKPILP morubmu k 40-my aHi0 mocie wHGHIUPOBaHHS (pHUC.

16B).
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Pucynox 16. TlomaBnenne oskcnpeccun NDKPILP  mpuBoauT K  MOBBIICHHIO
ycroiunBoctd N. benthamiana k rtobGamoBupycHoi wuHpekiyu. A u b — BbBDKMBacMOCTh
pacrenuii N. benthamiana, unpuuupoBanusix BTM (A) u kpBTM (B). B u I' — ornenka
IPOJIOJDKUTEIBHOCTH ku3HU pactenuit N. benthamiana, napunuposanusix BTM (B) u kxpBTM
(T'). B skcmepuMeHTe UCMONB30BaHbl pacTenus, uHduimpoBanusie XBK (pPVX), pacrenus c
caitneacuarom NbKPILP (pPVX:frKPILP) u xoutponsubie (control), BenkuBaeMocts MOCK-
MHOKYJIMPOBaHHBIX pacTeHui coctaBuia 100% Ha mpOTSHKEHUM Neprojia HaOMI0eHNS; JaHHbIe
npencraBieHbl kKak 25% u 75% mnpoueHTHnM (rpaHMLbl  KOpPOOKH), MaKCHUMalbHOE U
MUHMMaJIbHOE 3HAUEHUE - BEPXHSSI M HIWKHSS TPaHMIBI YCOB, BBINAJAIOIINE 3HAYCHMS
0003HaYEHBI OTAEITHHO CTOSIIUMHU TOYKAMHU.

Eme oauH mnapamerp, KOTOpbIi OB MpOAHANM3UPOBAH — 3TO  CPEAHsA
IIPOJIOJKUTENIBHOCTD  KM3HM PACTEHUMM B KaXJAOW rIpynme. boNbIIMHCTBO pacTeHUH,
uHuuupoBanHbix PPV X, norubim npuMepHo depe3 aBe Hezenu nocie 3apaxenus BTM, a ux
cpenHee BpeMsl KuU3HU coctaBwiio 11,9+1,2 nHeil, B TO BpeMsl Kak pacTeHHUsl C MOJIABJICHHBIM
NbKPILP umenu HeMHOro OOJBILIYIO MPOIODKHTENbHOCTH xH3HU (15,540,9 nmeit). Cpennee
BpEeMsl KU3HU PACTECHUI KOHTPOJIBHOM rpynmbl coctaBuwio 19,4+2 nueit (puc. 16B). B cinyuae
3apaxenust kpBTM nonoBuHa pactenuit, nHduuupoBanHbix PPV X, norubsna yepes 1Be HEENH,
a cpelHssl MPOAOHKUTEIBHOCT JKU3HHM B 3TOM rpymme coctaBuia 17+1,9 nueit (puc. 16I). B
rpynne pacrenui, nHpuumupoBanHeix PPVX:frKPILP u monmaBieHHBIM YpOBHEM SKCHpECCHU
NbKPILP, cpennee Bpems *uU3HM ObUIO OOJIbIIIE, Y€M B TPYIIE PACTCHUH, HMHOUIIMPOBAHHBIX
pPVX, u cocraBuno 26+2,3 nHeill. A cpenHee BpeMs KU3HM B KOHTPOJBHOM rpymme 0e3

unpekuuu XBK cocraBuno 32,8443 ngmeit. Takum oOpa3om, pacTeHHss C BHpPYC-

uHIypoBaHHbIM  caimeHcuHroM  NDKPILP  mpopemoHCTpHpoBanmu — MOBBIICHHYEO
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yctoitunBocTh K mHpeknmnu BTM u kpBTM 1mo cpaBHEHHIO ¢ pacTEHUSMH C aKTHBHPOBAHHOM
skcnpeccuerd NOKPILP, mist koTopbix Oblia XxapakTepHa 0oJiee BRICOKasi CMEPTHOCTh M CKOPOCTh
pa3BUTUSI CUMITOMATHKH. [IpuBeIeHHBIC Pe3yabTaThl MO3BOJISIOT yTBepkaarh, uto NOKPILP

CTUMYJIMPYET pa3BUTHE ITUX TOOAMOBUPYCOB.

OBCYXJIEHUE

BupycHast uH(]eKIMs BBI3bIBAET MHOXKECTBEHHBIE W3MEHEHHSI B KJIETKaX pPaCTCHHA-
XO035IMHA, IPUBOJSA K MHIYKIUU SKCIPECCHH OJHHMX T'€HOB M MOAABICHHIO ApYyrux. Kierounsie
dakTopbl, KOAUPYEMblE 3TUMU T€éHaMH, MOTYT MMETh KakK MPOBUPYCHYIO aKTUBHOCThb, TaK H
MIPOTUBOBUPYCHYIO, TO €CTh SIBISATHCS KakK (paKTOpaMu YyBCTBUTEIHHOCTU K MH(EKIUU, TaK U
(dakTopamMu pe3UCTEHTHOCTH. VI3MEHEHHBIH NaTTEepH SKCHPECCHH T'eHOB Ha ()OHE BUPYCHOM
UHQEKINH MPUBOJHUT K CYIIECTBEHHBIM MOAM(UKALMSAM MHOTHX BHYTPHKIIETOYHBIX CUCTEM. B
YACTHOCTH, XJIOPOIIACThI, KOTOPbIE HIPAIOT BAXKHYIO POJb B IMPOILECCAX PA3BUTUS, POCTa U
3aIUTHBIX peakimsx pactenuii (Inaba and Ito-Inaba, 2010), sBIAIOTCS MUIIEHBIO [T BUPYCHBIX
oenkoB (Qiao et al.,, 2009; Bhattacharyya and Chakraborty, 2018). Ilomumo Toro, 4ro
XJIOPOTIJIACTHI OTBEYAIOT 3a CHHTE3 ()OTOACCUMWIIATOB, B HHX JIOKAJTU30BAHO MHOXECTBO
MeTaboNIMYECKUX MyTeHd, TPOAYKTHI KOTOPBIX OMPEAETSIOT (PU3MOIOTHUECKHM CTAaTyC KIETKU U
BKJIIOUAIOTCS B CHUTHAJIbHBIC IMYTH IEpeJayd CUTHajla OT miactua B saapo. [Ipsmoe wiu
OTIOCPEIOBAaHHOE KJIETOYHBIMU (DaKTOpaMH BO3JCHCTBHE Ha XJIOPOIUIACTHI M (OTOCHHTE3
MO3BOJISIET BHPYCY PETyIUpPOBATh KIETOYHBIH METAa0O0NM3M, MOJABIATH 3alIMTHBIC PEAKIUUA U
TEM CaMbIM CO37aBaTh OJaronpusTHele yciaoBHS Uil 3((EeKTHBHOM penpoayKIUH |
pacrpocTpaHeHus 1o opraHuszMy. [laHHas pa®oTa ONMCHIBaeT pojb CTPECC-UHAYLHMPYEMOTO
kierounoro ¢aktopa NbOKPILP B cucreme B3amMomeiicTBUiI BUpYyC-pacTeHHE. DKCIPECCHSI
NbKPILP aktuupyercs B orBer Ha uHbekimuo XBK, BTM u xpBTM B pacrenusx N.
benthamiana (puc. 5). Panee 6but0 mokasano, uro ypoenb MPHK NDKPILP moBsiiaercs mpu
JUINTENIbHOW MHKYyOalnuu pacTeHuil B TemHoTe. boiee Toro, m3BecTHo, yTo B pacteHusix N.
tabacum ¢ cucremuoi uHpekimeir BTM mnosbimennast sxkcnpeccus NtKPILP koppenupyer ¢
AKTMBHOM BHMPYCHOM pPENpONyKLIHMEW, KAaK MOKa3aHO /I PAa3HBIX 30H JIMCTBEB C MO3aUKOMU
(Sheshukova et al., 2017). Inst BeisiBnenust poau u onpenenenus ¢yuakimun NOKPILP mpu
BUPYCHOH MH(eKIH Oblia pazpaboTaHa MOZETbHAsl CUCTEMa, KOTOpast 03BOJIMJIA OTCIIEKHUBATD
a¢dekTer moBbIIeHHON ¥ noHMkeHHOH 3kcrpeccun NDKPILP. Cucremnas mHdpexkmms XBK
npuBoaniaa K aktuBanuu skcrnpeccun NOKPILP (puc. 6). A ais wMHIyKIMM CalIeHCHHTA
NbKPILP wucnons3oBanu BupycHbiii BekTop PPVX:frKPILP, comepkammii ydacTok reHa

NbKPILP mox aymiuiupoBaHHBIM MPOMOTOPOM TeHa Oenka o0ojouku. MopenbHas cucTeMma
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BKJIFOYAJIa B c€0S TPHW TPYNIBI PAaCTCHUI: MHTAKTHBIE (Tpymmna KOHTPOJIb), WH(DHUIIMPOBAHHbBIC
XBK ¢ nosbeimennoi skcnpeccueii NDKPILP (rpynma pPVX) u umnuuupoBannsie XBK ¢
noxaenenHor skcnpeccueit NDKPILP (rpynma pPVX:frKPILP). Bce Tpu rpymmbl pacTeHuit
MOJICIIbHOM CHCTEMBI OBLIH OXapakTepu3oBaHbl 1m0 ypoBHi0 Hakoruienus MPHK NbKPILP (puc.
6) U uX (QHU3HOIOIMYECKOro craryca. Bo-mepBbix, mnpoaemonctpupoBano, uro NbKPILP
y4acTBYeT B PETYJSILHH PETPOTPaTHBIX CHUTHAJIOB XJOPOIUIACTOB Ha (hOHE pa3BUBAIOLICHCS
undpexnn XBK. Ananu3 nakormnenus MPHK siiepHbIX reHOB, KOTOpBIE B HOpME 00€CTIEUHBAIOT
(GYHKIIMOHUPOBAHKUE XJIOPOILJIACTOB M (DOTOCHMHTE3a, MOKa3ajdl OOpaTHYIO KOPPEISIHI0 MEXIy
skcapeccueir NDKPILP u LHCB1, LHCB2, RBCS1A u HEMAL: nipu MOBBIMICHHON SKCIIPECCHH
NbKPILP kak Ha ¢one nadexkuun XBK, Tak u TpaH3MEHTHO HampamisieMol 35S-mpomMoTopom
OKCIPECCHsI BBIMICTICPCUNCIICHHBIX T'€HOB TMojaBicHa, a Ha (one caitnencunra NbKPILP
noxaenenre dkcnpeccun LHCB1 m LHCB2 mnpoucxomuT B MeEHbIIEH CTENEHH, YeM IpHU
noseimenHon skcnpeccur NDKPILP, u He mpoucxoaut mogasienue skcrnpeccun RBCS1A wu
HEMAL (puc. 7). [lpuaumas Bo Bauumanue, uto (1) NDKPILP skcnipeccupyercst B KOpHSIX, HO HE
B 3peibiX (POTOCHMHTETHYECKH AKTHBHBIX HMHTAKTHBIX JHUCThsX, (2) skcnpeccuss NDKPILP B
JIMCThSIX aKTHMBUPYETCS B OTBET Ha JUIUTENbHYIO MHKyOamuto B TemuHote (Sheshukova et al.,
2017), MOKHO TIPEAIOIOKUTh, YTO €0 aKTHUBAIUS MMPH BUPYCHON HH(EKIUU MPOUCXOIUT IO
TOMY € MYyTH, YTO U B YCIOBHSX CBETOBOH NENpPHUBAINH, U 00a MyTH CBA3aHBI C KIETOYHON
(OTOCHHTETHYECKON aKTHBHOCTBIO M HKCIPECCHEN T€HOB, aCCOIMHUPOBAHHBIX C (POTOCHHTE30M.
To ectp aktuBanms skcnpeccud NDKPILP B JHCTBSIX NPUBOMUT K HApYyHICHUIO (YHKIIUH
XJIOPOIIJIACTOB, @ UMEHHO, HapyIlIeHHI0 (POPMUPOBAHUS AaHTEHH CBETOCOOMPAIOIINX KOMIIJIEKCOB
dboTocucTeM, HApYIICHUIO OMOCHHTE3a TETPAUPPOIIa, & 3HAYUT U XJIOPOPUIIIA, U HAPYIIECHUIO
yriaepogHoro Merabonm3ma. IlostoMy Ha cremyromeM Jrtane ObUT  OLEHEH YpPOBEHb
OPOAYLHMPYEMBIX W HAKalJUBaeMbIX (OTOACCUMHIISATOB B PACTEHUSAX MOJCIBHOW CHCTEMBI.
[TpoBeneH CpaBHUTENBHBIA aHAINW3 KOJUYECTBA TIJIIOKO3bl B (DOTOCHMHTETHYECKH AaKTHBHBIX
SOUrCe-TUCThAX, MPOIYIIUPYIOIIUX OCHOBHOE KOJIHMYECTBO (POTOACCUMUIISATOB, W B YACTAX
pacteHui, mpuHUMAarOmUX ¢GoroaccuMuaThl (SINK) (puc. 8). JlaHHBIM aHaNM3 MOKa3al, YTO
NDKPILP yuactByer B pacmpeieneHHd TJIOKO3bl M YIIEPOJHOM OOMEHE B JIUCTBIX,
uHpuuupoBanHblx XBK, nmockosnbKy, Bo-nepBbIx, npu uHpuuposanun XBK B rpynne pPVX ¢
nosbiieHHON dkcrpeccuein NDKPILP 3HaumTenbHO CHWXKEH YPOBEHb MNPOIYIUPYEMOW U
HaKallJIMBaeMOW TJIOKO3bI B OOEMX 4YacTAX pacTeHuidl. Bo-BTOpbIX, B TIpynmne pacTeHui
pPVX:frKPILP ¢ nonasnennoii sxcnpeccueri NOKPILP ypoBeHb TIIOKO3bI B TpH pa3a BBIIIC B
SOUrCe-IHMCThSIX, YeM B TEX JK€ JIUCThAX pacTeHuil rpynmnsl PPVX, u B 2 pasza Bbime B Sink-
YacTsIX, YTO COOTBETCTBYET YPOBHIO IUIFOKO3bI B SINK-4acTSX Trpyrmbl MHTAKTHBIX PAaCTCHUMN

(xoHTpOJb). [lonyueHHBIE pe3ynbTaThl MO3BONISIOT 3akirouuTh, 4T0 NDKPILP orpunarensho
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BIUSET Ha HaKOIUIEHHWE (DOTOACCUMUIISITOB NMPU BUPYCHOM MH(EKLINH, MONABISAS SKCIPECCHUIO

SJICpPHBIX T€HOB, YYaCTBYIOIIUX B (DOTOCHHTE3E.

Penpoaykmnus Bupyca U aKkTHBAaUKsS NPOTHBOBUPYCHOHM 3aIMTHI, HAPUMED, AETpaganus
BupycHoit PHK uepes mexanusm PHK unTepdepennm, - oueHs sHeprozaTpaTHbIN Mporece s
kiaerku (Nagy and Lin, 2020). I'enetrueckue u MeTabOIMYCCKHE U3MEHEHHS, IIPOUCXOISIINC B
UHOQULHUPOBAHHBIX TKAaHAX, NPUBOAAT K MCTOLIEHHUIO (POTOACCUMMISATOB, HEOOXOAUMBIX IS
CHHTE3a HOBBIX OCJKOB W JHEpruM s OuocuHTeTHdeckux mpoieccoB (Zhao et al., 2016).
XJIOpOIUIaCThl SBJSIFOTCS HE TOJBKO HMCTOYHUKOM (POTOACCHMMIISTOB, HO U TCHEPHPYIOT
pasinyHble  (UTOrOPMOHBI U AKTUBHBIE (OPMBI  KUCIOPOJA, KOTOpBIE  SIBISIOTCS
CTpaTerHYeCKMMH aKTUBaTOpaMu 3alIUTHBIX IyTer B kieTkax (Kuzniak and Kopczewski, 2020).
YriepogHoe wucTonmieHHe Ha (OHE BHPYCHOH HMH(PEKIIMM MOXKET OBITh  CJICICTBUEM
nepepacnpeeNieHusl YHEPTeTHUECKUX PECypcoB OT HOPMAIBHOTO METa0oiM3Ma K aKTHBALUU
3alIUTHBIX peaKUUil pacTeHUil ¢ MoCIeIyIOUUM BUPYC-UHAYLMPOBAHHBIM MOJABIEHUEM 3THX
3alIUTHBIX pEeaKkUi U HUCIOJIb30BAHWEM KIIETOYHBIX PECYpCOB BUPYCOM JIsi penponykuuu. B
HacTosIeH paboTe NMPUBEICHBI I0Ka3aTeabcTBa, uTo mnomaBieHue skcrpeccud NDOKPILP na
¢one pazButus uHpekuuun XBK npuBogur K TOMy, 4YTO OSKCIpeccHsl SAEPHBIX TI'EHOB,
ACCOLIMMPOBAHHBIX C (DOTOCUHTE30M, OCTAETCS HA TOM K€ YPOBHE, YTO U B HEMH(UIIMPOBAHHBIX
KOHTPOJIbHBIX ~pacTeHusX, 00 TMOAaBisAeTCs, HO B MEHbIIEH CTeneHw, YeM IpHu
aktuBupoBanHoil skcrpeccurt NDKPILP. Taxxke mnpu caitnencunare NbOKPILP mpoucxoaut
BOCCTAHOBJICHHE YPOBHSI TJIFOKO3BI JI0 YPOBHs, XapakTepHOro s Sink-dacteil KOHTPOJIBHBIX
pacTeHHii, U YacTUYHOE BOCCTaHOBJEHHE B SOUICE-IUCThSIX. BusyanbHoe HalOmoJaeHHE 3a
rpymmamu PPVX u pPVX:frKPILP He BbIABUIO BHAMMBIX OTIMYMA Mexay HumH. Ho crouT
OTMETHTB, YTO 00€ ATH TPYIIIBI MPOSIBISLIN 33/ICPKKY B POCTE IO CPAaBHEHHUIO C KOHTPOJIHHOMN
Ipynmnod MHTaKTHbIX pacTeHuid. PasButme cumnromoB wuHbpexkuun XBK mnpoucxoausno
CHHXPOHHO B 00eux rpymmax. [Ipu 5ToM ypoBeHb penpoIyKIIMK BUPYCa, a UMEHHO, HAKOTUICHUE
PHK, xomupyromeil pennukasy XBK, He mokasan cTtaTMCTHUECKHMX 3HAYMMbIX pazauuuil. Ho
Borpoc o ToM, Biusier i NDKPILP Ha 3amuTHble peakimu npu pasButiu uHpekunn XBK,

0CTaeTCsl OTKPBITHIM U TpEOYeT NajabHEHIIero n3y4eHus.

Eme omna ¢ynkuus NDKPILP cBsizana ¢ peryssinueil MeXKIETOYHOTO TPaHCIOpTa: B
rpynne pPPVX mnoseiuennas skcrnpeccuss NOKPILP mpuBOAMT K yMEHBIICHHIO OTIIOKCHUMN
KaJUI03bl BOKPYT' IUIa3MOJECM, YTO B CBOK OYEPENb aKTUBUPYET MEXKKJIETOUYHBINA TPAHCIIOPT, B
TOM 4YHcie W TpaHcropT Bupyca. U, maobGopor, B rpymme PPVX:frKPILP ¢ momaBnenHo#
skcnpeccuerr NDKPILP ypoBeHb Kaiuto3bl BbIIE, Y€M B KOHTPOJBHOM, YTO Cy[s 1O BCEMY H

JEKUT B OCHOBE MEXaHU3Ma OTpaHMUYEHUS MEXKKIIETOUHOro TpaHcmopTa Bupyca. Kammoza —
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noJicaxapu i KJICTOYHON CTEHKH, KOTOPBIA HAKAITMBAETCsl BOKPYT KaHajla MIa3MOJIECMBbI, H 3TO
NPUBOJUT K YMEHBLICHHIO IpomyckHoi crmocoboHoctu I1J[. Kamnoza-omocpenoBanHbli criocod
3aKPBITUSL TUIA3MOJIECM — OJIMH M3 MEXAHMW3MOB PETYISAIHHA MEXKKICTOYHOrO TpaHcmopra. B
OCHOBE 3TOT0 MEXaHU3Ma JIC)KHT CIIaKeHHas padoTa KaJlJlo3aCHMHTa3 U Oera-TiokaHa3. [Tomumo
9TUX JABYX Ipynn (EPMEHTOB B PETYISIMH YPOBHS KaJJIO3bl YYaCTBYET MHOXKECTBO JIPYIHX
KJIETOYHBIX (DAaKTOPOB C JIOKAIM3AIMEe Kak B IUIa3MOJeCMaX, TaK M B APYTHUX KIETOYHBIX
kommaptMmenTax (Zavaliev et al., 2011; Wu et al., 2018; Dorokhov et al., 2019; Zanini and
Burch-Smith, 2024). Hanuuue curnansHoro nentuaa B cocrae 6eaka NbKPILP (Sheshukova et
al., 2017b) mo3BOMAET IMPEANOJIOKHTH, YTO OH IMPOXOJUT TPAJUIUOHHBIA IYyTh
BHYTPUKIICTOYHOU CEKPELIUH U, BO3MOXKHO, JTOKAJIU3YETCS B KJIIETOYHOUW CTEHKE /WM B 00JIACTH
wia3moiecM. [10CKoIbKY He MPOU3BOIMIOCH ACTANBHOTO HccieaoBanus tokanu3aiun NDKPILP
B KJIETKE, TO MEXaHH3M €ro JCHCTBUS B OTHOIICHHH PETYJISALUU YPOBHS KajlIO3bl OCTAeTCs
HEM3BECTHBIM: BO3MOXKHO KaK HEMOCPEICTBEHHOE BO3JICHCTBHE HA (DEPMEHTHI, PeryaupyrOIIue
YPOBEHB KAJUTO3bI, TAK ¥ OMOCPEIOBAHHAS PETYJISIUS €€ YPOBHS Yepe3 BO3JICHCTBUE HA CHCTEMY

nepesayy OnepalioOHHbIX PETPOrPaJAHbIX CUTHAJIOB XJIOPOILJIACTOB.

N3BecTHO, 4YTO XJIOpOILIACTHl Y4YacTBYIOT B IPOTHMBOBUPYCHOH HMMMYHHOM 3allUTe
(Nomura et al., 2012; Serrano et al., 2016; Medina-Puche et al., 2020). B pa6ore moka3aHo, 4to
BUPYCHas MH(EKUMsS NPUBOJUT K MOJABJICHUIO SKCIPECCUU SACPHBIX I'€HOB, KOIUPYIOLIUX
OCHOBHbIE KOMIIOHEHTBhl (POTOCHHTETUYECKOrO ammapaTta JHUCTbeB. OueBHIHO, YTO XapakTep
OKCIPECCHH TEHOB B (DOTOCHHTETHYECKHM AaKTHBHBIX M HE(POTOCHHTETHYECKUX TKAHIX
IPUHLMIIAAIBHO OTJIMYAETCS. [ eHbl, KCIIpeccusl KOTOPBIX aKTMBHA B KOPHSX, HE MOJBEPratoTCs
BO3/JCICTBUIO CBETa M HE AKTHUBHBI B JINCTHAX, @ OJKCIIPECCHsI TI'€HOB, ACCOLMMPOBAHHBIX C
¢dorocuHTe30M, TaM mnojasieHa. OHON U3 YCHEIIHbIX CTPATEruil BUPYCHOW MH(MEKIIMH MOXKET
OBITh CTpaTerusi «BBIKJIIOUYEHUS» B JIUCThAX TE€HOB, aCCOLMMPOBAHHBIX C (POTOCHHTE30M
(PhANG), mocpencTBOM aKTHBAlMK SKCIPECCHH PETYISTOPHBIX T'€HOB, B HOPME aKTHBHBIX
TOJIBKO B KOpHSX, C LEJIBIO IOJABJIEHUS IPOTHBOBUPYCHOTO HMMYHMTETA, 3aIlyCKaeMOIO
ONEPAllMOHHBIMU PETPOrPaJHbIMU CHUTHAJIaMHM OT xJoporuiactoB. IlomMuMo Bo3zelicTBus Ha
MMMYHHYIO CHCTEMY pAacTE€HUH, BHPYC MOXKET TaKXe MOAYJIMPOBATh 3KCIPECCUIO0 TEHOB,
KOTOpBIE PErYIUPYIOT MEXKJIETOUHBIH U JajdbHUM TPaHCIOPT TAaKUM K€ 00pa3oM, TEM CaMbIM
co3zlaBasi OJIarONpUSATHBIE YCIOBHMS JJS Pa3MHOXKEHHS M PacCHpOCTPAHEHUS HHQEKIUH.
OcHOBBIBasgCb Ha TakOM IPEAINOJIOKEHUH, Ppe3yJbTaThl, MpPEJCTaBICHHbIE B paboTe,
unrerpupyrotcs B runotesy ONPS: aktusarus sxcrpeccun NDKPILP mpuBoauT k n3MeHeHHEO
naTTepHa PeTPOTrpaJHbIX CUTHAJIOB, YTO, B CBOIO OYepe/b, IPUBOJUT K U3MEHEHUIO IKCIPECCUU

renoB PhANG wu renoB, perymupyroommx Ouorene3 u ¢ynkuuio [1J[. B HopmanmbHBIX ke
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YCIOBHSX W TPH OTCYTCTBHH CTpeccoBoro BosaciictBus skcrnpeccus NDKPILP monariena,
XJIOPOIIJIACTHI MEPEJAIOT B SAPO OMOTCHHBIE CUTHABI, SIBIISIOLINECS WHAMKATOPOM HOPMAJIbHOTO
(PU3UOTIOTHUECKOTO COCTOSHUS. B 3apakeHHBIX BUPYCOM JIMCTBSIX AaKTHBHAsl JKCIIPECCHUs
NbKPILP 3amyckaer peryiasTopHbIi IyTh, B KOTOPOM O3Kcmpeccus HEkoTopeix PhANG
CHU)KAETCS M aKTHBHPYETCS HKCIPECCUS T€HOB, CTUMYIHPYIOIIMX MEKKIJIETOUHBIM TPAaHCIOPT.
[TomaBienue MPOTHBOBUPYCHOM 3amuThl Ha (OoHE NUCHYHKUIUHU XJIOPOIUIACTOB M aKTHBALIUS
MEXKJIETOYHOTO TPAHCIIOpPTa B COBOKYIIHOCTH CO3JAlOT OJaronpuATHBIE YCIOBUS JUIs
pa3MHOXKEHHUS W pacrpocTpaHeHus BUpycHOM uHpekuuu. [loaToMy Ha cremyromiem stare
ucciaenoBanuss Obuto  orneHeHo BiausHue NDKPILP Ha »sddexktuBHOCTS penpoayKiuu
tobamoBupycoB BTM u kpBTM. B nucThsax Tpex rpynn pacTeHHU ¢ OATBEPKIEHHBIM YPOBHEM
skcnpeccun NDKPILP Obut orieHeH okaibHbIi TpaHCIOPT M 3P deKTuBHOCH perutnkaimu BTM
u kpBTM nipu ucnonbszoBanuu BupycHsix BekTopoB TMV:GFP u crTMV:GFP, cootBercTBeHHO
(puc. 10 u 11). Ilomyuennsie pe3ynpraThl (puc. 10 u 11) mokazamu, 4TO CyIIECTBYET
HOJIOKUTENbHAS Koppessiuuss Mexay ypoBHem skcrnpeccuud NDKPILP u addexTuBHOCTBIO
3apaXCHUs TOOAMOBHpYCAaMHU: B PACTCHHUsX C TOBbIIICHHbIM ypoBHeM NDKPILP Gmmxuuit
TPAHCTIOPT ¥ HAKOIUIEHHWE BUPYCHBIX TPAHCKPUITOB MPOUCXOAIO 3P (dEeKTUBHEE 110 CPAaBHEHUIO
C KOHTPOJIBHOW TPYIIOH pacTeHuit u rpymmoi ¢ nogasienHoi skcnpeccueit NOKPILP. Baxwo
OTMETHTh, YTO B 3TOH AKCIEPUMEHTAIBHON CHUCTEME YPOBEHb MHOTHMX TI'€HOB, B TOM YHCJE
NbKPILP, 6bu1 npeamoauduumpoBad 10 HWHOHIBTpAMK arpoOakTepueii, coaepKaiiei
BHUPYCHBIE BEKTOPBI, YTO MOIJIO CKa3aThCs Ha 3(PQPEKTUBHOCTH CaMOW JIOCTaBKU BEKTOPOB B
KJIETKH JTUCTheB Mpu arporpaHcdopmarmu. [Toatomy mis uckmtouenus: Biusiauss NDKPILP Ha
arpoOakTepualbHyl0 TpaHCHOPMAIIMIO PACTUTENBHBIX KJIETOK OBLT HCIOJB30BaH JAPYTrou
OKCTIEPUMEHTAIBHBIA MOIX0/A, @ UMEHHO, OJHOBPEMEHHAsI JOCTAaBKa IUIa3MHIIBI, KOIUPYIOIIEH
BUPYCHBI BekTop, W KOHCTpykuuu 35S-SIKPILP s wnanykumm caitnencunra NbKPILP.
[MTonaBnenne NDKPILP B 3THX dKCTIepUMEHTaX TaKkKe MPHBOIIIO K CHIKEHHIO 3P ()EeKTHBHOCTH
pPenpoAYKIIMM BUPYCOB: HAaKOIUIEHHS TPAHCKPUIITOB M OJMKHEro TpaHcmopra (puc. 13 u 14),
KpOME TOTO, YMEHBIIAJIOCh KOJMYECTBO 0YaroB MH(EKIHH. B COBOKYMHOCTH 3TH PE3ylIbTaThl
n0o3BOJSIFOT 3aKiounTh, uT0 NDKPILP He Bimsier Ha J0OCTaBKY TI'€HETHYECKOTO MarepHhaia
arpo0axkTepusiIMH, HO OKa3bIBAeT CIEU(PHUECKOE BO3ACHCTBHE HA BUPYC U UTPACT BaAXKHYIO POJIb

B Pa3BUTUU TOOAMOBUPYCHON UH(PEKIUH.

Ha cnenyromem stane Obula OIlEHEHAa YYBCTBUTEIBHOCTh MOJICJIBHBIX PACTEHHH K
pa3BUTHIO CHCTEMHON ToOamoBHpycHOM HH(pexnuu. OneHuBaiud BpeMs pa3BUTHUS HauOoliee
TSOKENBIX CHUMITOMOB, MPOJOJKUTENBHOCTh XH3HU W BBDKMBAEMOCTh 3THUX pacTteHuid. Ha

pucynke 15 mpencraBiensl pactenusi, y kortopwsix aktuBupoBaH NDKPILP. Onm oGmamaror
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MOBBIIICHHOW BOCITPUMMYHMBOCTHIO K MH(peKuu (puc. 16). 310 nposiasieTcs B 60jee KOPOTKOU
MPOJOKUTEIFHOCTA JKM3HU M YMEHBIICHWU JONH BBDKHBIIMX IO CPaBHEHHIO C TPYIION
pactenuii ¢ HokgayHoM NDKPILP wnu koHTponbHOW Tpymmoid. PacrteHus co CHMKEHHOMH
skcpeccueir NOKPILP mposeMoHCTpHpOBaiy MOBBIIIEHHYIO YCTOWYHMBOCTh K MHMeknnn BTM
u kpBTM: npo0/bKUTEIbHOCTD KM3HU YBEIMYHMBAIACh, a MPOIEHT Moruomux k 40-mMy AHIO
noclie HMHOKYJISAIMH pacreHuid Obur  Hmke. CormacHo HaOMIOAEHUSM 32  pa3BUTHEM
TOOAMOBUPYCHOM WH(PEKIHH, HE OBUIO CYIICCTBEHHOH pa3HUIBI MEXAY PaCTCHHSIMH,
uHummpoBanapiMu BTM nnu kpBTM: cumnTomsl ObTH CXOKMMH. bojee TOro, BbDKHBIIHE
pacrenust ¢ moaaBiacHHbIM NDKPILP wmenw BHemHHI BHI, aHAJOTMYHBIA DPACTCHHSIM U3

KOHTPOJIBHOM I'PYIIIIBL.

B uyBcTBUTENBHOM X035IMHE OBICTPOE Pa3BUTHE TOOAMOBUPYCHON MH(EKLIUU BO3MOKHO
TOJIBKO TIPU OJIArONPHUATHBIX YCIOBUSIX JUISl BCEX CTaAUM 3apakKeHUs, OT «PaclaKOBKH» BUPUOHA
710 IPOHUKHOBEHUS B cocynucTyto cucteMy. BTM nocturaer cocyaucroit cuctemsl uepes 16-18
gacoB mocie 3apaxkenus (Nilsson-Tillgren et al., 1969). Takoe ObicTpoe pacmpocTpaHeHHE
BHYTPU pPAaCTEHHUsSI MOXET NIPOU30HTH TOJIBKO IPU CHUHXPOHHU3ALUU CIEAYIOIIMX COOBITHIL:
(P PEKTUBHON SKCIPECCUN W PEIUIMKAIMK BUPYCHOTO T'€HOMa, CHHTE3a BUPYCHBIX OEJKOB,
[IOJIaBJICHUS] IIPOTUBOBUPYCHOI'O OTBETA M AKTHUBALMM MEXKKJIETOYHOTO TpaHcnopra. MoxHO
HPENONI0XKUTh, YTO HayaJbHas aKTHBALUA KJIETOYHBIX (aKTOPOB, HMCIOJIb3YEMbIX BUPYCOM,
MokeT ObITh BbI3BaHa BO Bupyca, KOTOpBIM MEPBHIM MOMANAET B KJIETKY NpPU 3apaK€HUH B
cocraBe BUpHOHa, wWin Tb, HeOonbIIMe KOIMYECTBA KOTOPOTO MOTYT CHHTE3UPOBATHCS
HenocpeacTBeHHo Ha Matpuiie reHomMHoi PHK BTM unu kpBTM. Takast oco6ennocts Th Obl1a
npoaeMoHcTpupoBana i BTM u kpBTM, reHoM KOTOpPBIX COAEPKUT CAaWT BHYTPEHHEU
nocaaku pudocombl (IRES) (IRESMp,75Ul u IRESMp,75CR, COOTBETCTBEHHO), HAIPABJISIFOITHI
tpaucsnuio Th Henocpeactsenno ¢ renomuoit PHK (Dorokhov et al., 1993; Dorokhov YuL et
al., 1994; Skulachev et al., 1999). MoxHo mpeamnonoxuts, uro Th w/mmu BO MHAYIHPYIOT
skcnpeccuto NDKPILP nHa HavanpHbIX cTamusx HHQEKIUH HAMPIMYI WIA 4epe3 Ipyrue
KJIeTouHble (hakTophl. B m060M ciyyae, B OTBET JM Ha KOHKPETHbIE KOMIIOHEHTHI BUpYyca U
BCJIC/ICTBHE T'CHEPAIM30BAaHHOTO OTBeTa KJIETKH Ha uHQekiuoo, skcrnpeccus NDKPILP pesko
akTuBupyercsi. M yxke Ha panHux odrtanax pasButus wuHpekimn NDKPILP 3amyckaer
HeoOpaTHMble H3MEHEHHs B (DOTOCMHTETHUECKOM amnmnapare M akTHBALUI0 MEXKIETOYHOTO
tpancriopta. Xotrs NDKPILP He Obul OOHapyKeH B XJIOPOILIACTaX, CYIIECTBYET YETKas
obparHas koppessiuus Mexay (orocunre3om u skcrpeccueir NOKPILP, aktusupoBaHHOR BO

BpeMs 3apakeHus: To0amoBHupycamu. boiiee Toro, Bupyc, no Bcell BUAMMOCTHU, «UCIOIb3YET»
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NbKPILP st moaBieHnst ak THBHOCTH XJIOPOILJIACTOB, TEM CaMbIM BJIHSISI HA TIPOTHBOBUPYCHBIMH

OTBET U PEryJIUPYsl MEKKICTOUHBIN U NAJIHUN TPAHCIIOPT.

Ha ocnoBanum mnonyueHubix pe3ynbratoB NDKPILP moxHO paccmartpuBarh kak
NPOBUPYCHBIM KJIETOUHBIA (DaKTOp U OAHY U3 T€HETUYECKHX JCTEPMHUHAHT BOCIPUUMYHMBOCTH,
«CIAILYIO» B HAA3EMHBIX YacCTSIX HMHTAKTHOTO pAacTEHHs, HO aKTUBUPYEMYIO BHUPYCHOU

uHpeKIuen.
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Pucynok 17. Mopens, onuceiBatomas ¢pynkiuun NbKPILP nHa ¢done ToGamoBUpYyCHOU
unpexnuu. Ilosicnenuss B texcre. Al — ammapar [onmbmxu; OP — sHoommazMaTHYecKuid
perukynym; KC — kinerounas crenka; CRS — cucremMa peTporpajHOro CHUTHaIWHTa
xsoporiactoB; PNANG — siiepHble TeHbI, acconmupoBanibie ¢ porocuaTe3om (photosynthesis-
associated nuclear genes).

Ha ocHOBe monydeHHBIX PE3yJIbTaTOB MPEIOKEHa MOJIENb, OMHMCHIBAIOIIAs CBOMCTBA U
¢ynxu NDKPILP B cucteme B3ammoneiicTBuii Bupyc-pactenue (puc. 17). Ilpu momamanuu
BUPYCHOTO T€HOMa B KJIETKYy npoucxoauT aktuaims skcnpeccuun NDKPILP. Hakxorienue B

uHpunupoanHoii kierke NbKPILP mnpuBoauT K MOJABIEHUIO S3KCIPECCUU T'€HOB,
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ACCOLMUPOBAHHBIX C (OTOCHHTE30M, (YHKUMH XJIOPOIJIACTOB M HW3MEHEHHI0 NaTTepHa
PETPOrpaJHbIX XJIOPOILIACTHBIX CUTHAJIOB, a TAKXKE, BEPOSATHO, MOJAABICHHUIO 3AIIUTHBIX PEaKIIUi
KJIeTKU. BHyTpukierouHas cexperus npuBoaut K Hakoruiennto NDKPILP B kinerouHoi cteHke u
TUAPOIIN3Y KaJUI03bl, YTO MOKET MPOUCXOIUTH MPH YYACTUU JPYruX OEIKOB KIETOYHOW CTEHKH,
nockosibky NDKPILP sBisercst cekpetrpyeMbiM OelKOM Orarogaps HAJIWYMIO CHTHAIBLHOTO
nentuga. V3MeHeHWe naTTepHa pPeTPOrpajHOrO0 CUTHAIMHIA TaKKe MOMKET IPHBOJUTH K
Jerpajalii Kajuio3bl 10 JPYTUM MEXaHW3MaM. B COBOKYNMHOCTH, MOAABIICHHE aHTUBUPYCHOMN
3alIUTHl KJIETKA U THAPOIU3 KAJJIO3bl BOKPYT IUIa3MOJECM IPUBOJUT K AKTUBHON BUPYCHOM

PENPOAYKLUHU U PaCIPOCTPAHEHUIO HH(EKIINH 110 BCEMY PACTEHUIO.

3AK/IIOYEHUE

TobamoBupychas unpekus y N. benthamiana moxxer compoBokaaThCs TOBOJIBHO
TSDKEJION CUMITOMATHKOM M pa3BUBAThCS B KOpOTKUE cpoku (0T 5 mo 14 gneit). CuMnTomsl
BBIPQXAIOTCS B M3MEHEHUM IUTMEHTAIlUM JIHCTHhEB, CUCTEMHOM HEKPO3€ M THUOENIH BCEro
pacTeHMsl, XOTsSI CTENEHb IOPaXEHHUs] 3aBUCUT OT JONOJHUTEIbHBIX (AKTOPOB, TAaKUX Kak
BO3pacT B MOMEHT 3apa)KE€HUsl, KOJIMUYECTBO CBETA U TEMIIEpATypa OKpYKarollel cpesibl, a TaKkKe
OT UH(EKIUU APYTUMU BUPYCAMHU, JEHCTBYIOIIUMU CHHEPTUYHO. Y BOCIPUUMYHBOTO XO3AHMHA
OBICTpOE Pa3BUTUE BUPYCHOM MHQEKIUH BO3MOKHO TOJBKO MPU HAJIMYUU «OJIarompUsTHBIX)
YCIIOBUH JUIsl BCEX CTaauil MH(EKIMHU — OT «paclaKkoBKM» I'€HOMa BHUpYca /10 IPOHUKHOBEHUS B
COCYIUCTYI0 cHUCTeMy. Takue «OJarompusTHBICY» YCIOBHA ONPEICNSIOTCS HAINYHEM
IOPOBUPYCHBIX (PakTopoB B KieTke. OAHMM M3 HPOBUPYCHBIX (PAKTOPOB, CIOCOOCTBYIOIIMX
ObicTpOoMy pa3BuTHIO TOoOamoBHpycHOW wuHpekimuu y N. benthamiana sBisercst romomor
uaruouropa nenruaas Kyuuria, NDKPILP. B camoM Havaie HACTOSIIIIETO HCCISIOBAHHUS O POJIU
u Qysknusax NbKPILP 6buto u3BecTHO m0BOJBHO Maiyo: konmuuectBo ero MPHK B kopHsix
3HAYMTENILHO TMPEBBIIIAET YPOBHU B JIUCTHSIX, a dKCIpeccusi ero romosiora B tabake, NtKPILP,
Koppenupyet ¢ HakoruieHneM BTM B un¢umpoBanubix aucThsax. Ho kakoe 3Hauenue nis BTM

IIpU 5TOM UMECT €TI0 aKTUBAIHAd Ha (1)0He I/IH(I)CKI_II/II/I — JaHHBIN BOIIPOC ObLI OTKDPBIT.

B xone npoBenenHoro uccnenoBanus O0bu1 BoisiBiieH psif cBoiictB NDKPILP. Bo-niepBbix,
nokasano, 4to skcnpeccuss NODKPILP moBbiaercs B OTBeT Ha 3apakeHHE TaKCOHOMHYECKH
pa3sHBIMU BHpYCAaMH: B THICSYH pa3 B OTBET Ha TOOAMOBHPYCHl U B ~10 pa3 - Ha MHQEKIHIO
notekcBupyca. B nmampHeiimem Obuto BbisiBieHO, uTo NDKPILP mnpuammaer ywactue B
pPerysiiMM MHOTHX JKH3HEHHO BaKHBIX IIPOIECCOB: B META0OJIM3ME Kajulo3bl BOKPYT
IUIA3MOJIECM W PETYJSIIMM  MEXKJIETOYHOTO TPAHCIOPTa, YIJIEPOAHOM MeTaboiu3Me, B
PETYJISIAHA TEHOB, aCCOITMMPOBAHHBIX C (POTOCHHTE30M, U PETPOTpaIHOM CUTHaNHHTe. Jloka3aHa
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onHo3HauHas npoBupycHas poiib NOKPILP s passutus to6amoBupycHbix nHpekiuiit BTM u
kpBTM. [Ipu 3ToM Ha pa3BuUTHE MOTEKCBUPYCHON mH(pekiuu, Ha nepBbiid B3risa, NDKPILP

BJIMAHHA HE OKa3bIBACT, XOTA ACTAJIBHOI'O UCCIICAOBAHUA B OTHOILICHUHA XBK He IIPOBOANJIOCK.

B wuccienoBanun He Obutn oleHeHbl u3MeHeHHs: ypoBHs dkcmnpeccun NbKPILP Bo
BpemMeHu Ha ¢one uHbpekunu BTM, HO MOXKHO NHpPEANONOXKUTH, YTO HA PAHHUX CTaAUAX
passutuss uHpeknumun NDOKPILP  yugactByer B 3amycke HeOOpaTHMBIX HW3MEHCHHH B
(OTOCMHTETHYECKOM ammapaTe W aKTUBAIMU MexkieTouHoro Tpancrnopra. NDKPILP He Obut
oOHapyXeH B XJOPOIUIACTaX, HO CYIIECTBYET 4YeTKas oOpaTHas KOPPENSALUs MEXIY
dorocuntezom u okcmpeccueir  NDKPILP, akrtuBupyemoii Bo BpeMs T00aMOBHPYCHOM
undekun. bonee toro, Bupycsl MoryT ucmnonb3oBath NDKPILP st momaBineHus akTHBHOCTH
XJIOPOIIJIACTOB, TEM CaMbIM BJIHSISI HA IPOTUBOBUPYCHBIN OTBET U PETYIHPYS CBOIM TPAHCIIOPT OT
KJIETKH K KJIETKE U Ha Oojblue paccTostHua. Ha OCHOBaHMM MOJYYEHHBIX PE3YJIbTATOB MOXKHO
paccmarpuBaTh NDKPILP kak mpoBHpYCHBIH KICTOUHBIA (PAKTOp M OJHY M3 TCHETHUCCKHX
JETEPMUHAHT BOCIHPHUUMYUBOCTH, «CIIALIYI0» B HAJI3€MHON YacTH WHTAKTHOTO PAcTEHUS, HO
aKTUBUPYEMYIO BHpYCHOUW wuH(ekiuei. Ocraercst 6e3 oTBEeTa BONPOC O TOM, OKa3bIBaeT JIU
tobamMoBUpYyCHass WHGeKIus npsmoe Biausaue Ha sKcrnpeccuto NDKPILP, wmu ke B 3Tom
PEryIAaTOpPHOM IYTH Y4YacTBYIOT W jpyrue Oenku. ClieoBaTteiabHO, MOUCK MOTEHIHAIbHBIX
napTHepoB NDKPILP u kieTto4Hbix (akTopoB BBIINIC M HIDKE KAacKajaa, B KOTOPOM YYacCTBYET
NbKPILP, moeT mpoiuTh CBET Ha JAPYIHX YYaCTHHKOB 3TOTO PEryJISTOPHOTO MOAYIS M

ABJIAETCS IIPEAMETOM AAJIBHENIIETO UCCIICIOBAaHUS.
BbIBO/IbI

1. DOxkcmpeccusi NDKPILP aktuBupyercst Ha ¢oHe pa3sutus uHDeknun X BUpyca
KapTogens, Bupyca TabayHOW MO3aWKHU U BHpyca TabauHON MO3aMKH KPECTOLBETHBIX Yy

pacrenuii Nicotiana benthamiana.

2. Ha ¢one Bupycuoro martorenesa NDOKPILP perymupyer ¢Gu3nogoruueckuii craryc
pacTeHusi, a UMEHHO, Y4acCTBYET B PEryJSILIMM PETPOrPaJHbIX CUTHAJIOB XJIOPOIUIACTOB,

YTJIEBOAHOTO METab0JIM3Ma M MEXKKJIETOUHOT'O TPAHCIIOPTA.
3. NbKPILP crumynupyer penpoaykuuio U MexkieTounsiii Tpancopt BTM u kpBTM.
4. NDbKPILP criocoOcTBYeT pa3BUTHIO CHCTEMHOM TOOAMOBHPYCHOW MH(EKITHH.

5. Tlomasnenue skcnpeccun NDKPILP uepe3 mexanmsm PHK mHTepdepeninn mosbimaet

BBIDKMBA€CMOCTbD paCTCHI/Iﬁ npu TO6aMOBI/IpyCHOM IaTOrc¢He3c.
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BJAT'OJAPHOCTH

PaboTa mocBsimaercs CBETIION MaMsATH MOETo MEpPBOr0 HAYYHOTO PYKOBOIUTENS 11.0.H,
npodpeccopa MI'Y wumenn M.B. JlomonocoBa [opoxoBa IOpusi JleonumnoBuua, 10
OMpeaACIICHHOI0O BpCMCHHU HAIIPABJIABIICTO MCHA HA IYTU CTAHOBJICHUS KaK Y4YCHOTIO.

Ocobyto OnarogapHOCTh 32 MOMOIIb B IOATOTOBKE MOEH IHCCEPTAMOHHOW paboTHI,
aKTyaJIbHbIE€ COBETbl M PEKOMEHJALIMU BBIPAXKAD MOEMY HAay4dHOMY PYKOBOIMUTEIIO JOKTOPY
ouonornyecknx Hayk KomapoBoii Tarbsne BanepbeBne. Bripaxkaro 01arofapHoCcTh KOJUIETam,
MPUHUMABIIVMM YYacCTHE B MCIOJHEHUU HEKOTOPBIX 3KCIEPUMEHTOB U JIPYKECKYIO MOAJEPKKY
[ToznprmieBy [lenucy BanepreBuuy, Kamapooii Kamune Ans6eprosue, [llemrykoBoit Exarepune
BnamumupoBue, CaBuenko HWMpune MuxainosHe, Apudymuny Eprenuio AnpbepToBUUY,
Tammmukomy Bagumy Heponosuuy.
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