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BBEJEHUE
AKTYyaJIbHOCTb TeMbI

PacTenuss mocTosSHHO MOJBEPraroTCs aTrakaM CO CTOPOHBI Pa3HOOOPA3HBIX BUPYCHBIX
[IaTOTE€HOB M PEarupyroT Ha ATH aTaK, MCIOJb3Ysl CI0)KHO YCTPOCHHYIO UMMYHHYIO CUCTEMY.
Jlo HenaBHero BpeMeHM B JIUTEpaType HaOioJanach TEHIEHIUS paccMaTpUBaTh B KauyecTBe
rnaBHoro (Qaxropa antuBupycHoro ¢urommmyHurera PHK-caiinencunr. B mocneanee Bpems
NOSIBJISIETC BCe OOJbIlle JAaHHBIX MO3BOJIAIOIIMX CUHUTATh, YTO B PACTUTENBHOM KIETKe
(YHKIMOHMPYIOT, TIO MEHBIIEH Mepe, [Ba AHTUBUPYCHBIX HMMMYHHBIX MEXaHU3Ma,
"3amyckaeMbIX TpH ydacTuu apynenodedyHwlx BHpycHbIX PHK — PHK-caiinencunr um PTI.
[Mpouecc PTI (pattern triggered immunity — narTepH-aKTUBHUPOBAHHBI WMMYHHUTET)
WHUIUUPYETCS. B pe3yJibTaTe CHelU(PUUECKOro y3HaBaHUS JAByLEnouedyHbIX BHpycHbIX PHK,
ABJIAIOIIMXCSI  MOJIEKYJIIDHBIMM ~ IIaTTEpHaMM, Ha HACTOALIMH MOMEHT HEW3BECTHBIMU
KJIETOYHBIMU pEIEeNTOpaMH, JOKAIM30BAaHHBIMM Ha IUIA3MEHHON MeMOpaHe pacTUTEIbHOU
kietku. B cBoro ouepens, PHK-caitnencunr npeacrasisier co6oii 00yCI0BICHHBIM TOMOJIOTHEH
HYKJICOTHIHBIX IOCIIEOBATEIbHOCTEN 3MUTCHETUUECKUII MEXaHU3M HHAKTHUBAIlMM BHUPYCHBIX
IEHOB, MHAYKTOPOM KacKaJa PeakiUil KOTOPOTo SBJIAIOTCS PEIUIMKATUBHBIE (IBYLIETIOUYEYHBIE)
dopmel BupycHbix PHK, a kimoueBsiMu pakTopamu gaiicep-nogoousie 6enku (DCL), apronaBTsl
(AGO) u PHK 3aBucumas PHK-nomumepasa (RDR).

HccnenoBanne B3aMMOACHCTBHSI JAAHHBIX MOJIEKYJSPHBIX MPOLIECCOB MEXIy COO0OM U
BJIMSIHUSL BUPYCHOTO [1aTOT€Ha Ha 3TO B3aUMOJICHCTBUE, IPEACTABIAETCS aKTyalbHbIM.

[Tonnmanue MOJEKYJISAPHBIX MEXaHU3MOB, 00YCIOBIUBAIOIIUX COCTOSIHHE TOJIEPAHTHOCTH
pacTeHuil K BUPYCHOH WHQEKIUH, TO3BOJHMT BBIICHUTH, KaK OTH MPOIECCHl MOTYT OBITh
NepenporpaMMHUPOBAHbl C IENbI0 KOHCTPYUPOBaHUS (OPM CENbCKOXO3SIMCTBEHHBIX PACTEHUM,
HaXOJSIIMUXCS BO B3aWMOBBITOJIHBIX CHUMOMOTHMYECKMX OTHOIIEHUSAX C MHQUIUPYIOUIMMH HX
BHUPYCaMH.

B kauecTtBe MoJenu TMpH pEHIEHWHM MOCTAaBJIECHHOW 3aJayd Mbl HCIIOJIb30BAIIU
NEepCUCTEHTHYI0 MH(pekuuio X Bupyca manota (XBII), TunoBoro npencraBuresnst HOBOro poja
AJUTEKCUBUPYCOB, B pacteHusx Buaa Allium cepa var. aggregatum G. Don siBisironuMcsi HOBBIM U
JI0 HACTOSILEr0 MCCIENOBAHMsI, CUYMTABILErOCS EAWHCTBEHHBIM BOCIPUUMYHMBBIM XO35MHOM
XBII.

Bupyc nepenaercs kiemem Aceria tulipae. Bupron — nuteBuanbiii. ['eHOM mpeacraBiser
coboii ogHonenoueynyto PHK (+) mosisipHOCTH, coepIKallyo mecTh OTKPBITBIX PAMOK CYMTHIBAHUS,
KOAMPYIOIINX: BUPYCHYIO PEIUINKa3y, OCJIKH, TOMOJOTHYHbIe TpaHcropTHeIM Oenkam THI'l u THI'2
MHOTMX HUTEBUIHBIX U MAJOYKOBUIHBIX BUPYCOB PACTEHUH, YHUKAIbHBINA O€NOK p42, KalCUAHBIN 1
IIUCTEHH-00TaThIi OCNKH.

Cy1iecTBEHHYI0 poJib B BUJ000pa30BaHUU, TO €CTh MPUJIAHUIO BUPYCHOMY OPIaHU3MY
€ro yHHMKaJIbHBIX CBOMCTB HrparoT TakcoHcneuupuunoie (ORFan) Oenku, BO3HUKaroLIMe B
pe3yibpTaTe JUIMTEIBHOTO IPOLEcca HBOJIONUU IyTEM OJMHOYHBIX 3aMEH, CIBHra pPaMKH
CUMTBHIBaHUS, JHUOO HHTEHCHUBHBIX MYyTallMii, B OTBET Ha TpeOOBaHME MPHCIIOCOOUTCS K
M3MEHEHHUSM yCIIOBUI Cpebl.

s X BUpyca mianoTa TakuM sIBIIsIeTCs TaKCOHCTeupuuHblid 6enok p42. Hykneotunnas
IIOCJIEIOBATEIBbHOCTh, KOAMPYIOWas p42, He UMeeT I'OMOJIOTOB 3a IpeleaMU PoJia U ABIISIETCS
MOJIEKYJISIPHON CUTHATYpOU alleKCUBUPYCOB.

ITomumo Poccun, XBIII B Hactosimee Bpemsi oOHapyskeH B I'epmanun, ['omnangun, Unann,
Hosoii 3enananu, CynaHe U B HaCTOSIILEM UCCIIEA0BAaHUU B DKBAJI0pE.

Pemponykiust ucciaemyemMoro B Hacrosimieid pabote poccuiickoro mramma XBIII
MO//IEPKUBAJIACh B BETETaTUBHO PA3MHOXKAEMBIX PACTEHUSAX IIAJIOTa B TeueHue 20 JieT.



[IpencraBnsieTcss akTyadbHBIM H3yYE€HHE HM3MEHEHHUW, KOTOPbIE MOIVIM IPOU30UTH B
BUPYCHOM TI'€HOME B IIPOLIECCE UIMTEIBHONW aJalTalud K YCIOBHUSAM DPAa3MHOXKECHHS B HOBOM
XO031MHE, TO3BOJISIIOIIMX BHPYCY YCHEIIHO HPOTUBOCTOSATh BPOXKIACHHOMY HWMMYHUTETY
pacTeHui.

JIo HaAcCTOAIIEro MCCIIEOBaHMs MOJIHOCTHIO OTCYTCTBOBaJIa MH(MOpPMALUA O SKCIPECCUU
MOJIEKYJISIpHBIX (hakTOopoB mMMmyHUTeTa [llamora, kak reHoB, 3ajeiicTBOBaHHbIX B npoiecce PHK-
caillleHCMHTa Tak M TEHOB, 3aaedcTBoBaHHBIX B PTIl. Xors oOmenpuHATHIM sBIsSETCS
NpEeCTaBICHNUE O TOM, YTO B ycioBusAX (yHkimonupoBanus PHK-cainencunra kimo4eByio pob
B 00ecleyeHn! yCIEeUHOW penpoayKIHu (UTOBUPYCOB UTPAIOT BUPYCHBIE OEIKU-CYyPECCOpPHI, B
XOJIe HACTOSIIETO0 MCCIEJI0BAHMS YCTAHOBJICHO OTCYTCTBHE CYIPECCOPHOW aKTUBHOCTU OEJIKOB,
kogupyemblx reHomoMm XBIII. CrnepoBarenbHO, BUPYC MPEOa0JeBAaeT HWMMYHHBIH Oapbep
CalJICHCUHIA C IIOMOIIBIO KAKUX-TO MHBIX MEXaHU3MOB. B KauecTBe OCHOBHOW THIIOTE3bl MBI
MPEIOJIOKUITH, UTO TAKMM MEXaHU3MOM MOKET ObITh MHAYKIUS BUpycoM PTI u, kak ciencrsue,
cnenn(uyeckoe TPAHCKPUIIIMOHHOE pPEnporpaMMHUPOBAaHUE, MPHBOISIINE K TOAABICHHIO
9KCIIPECCHH KITIOUEBBIX (DaKTOPOB (PUTOMMMYHHTETA.

CreneHnb pa3padOTaHHOCTH

B 1971r., moka3ana BO3MOXHOCTh mepemaun kiemom Aceria tulipae nekoero He
UICHTU(UIIMPOBAHHOTO PACTUTEIBLHOrO BHpyca penpoayiupytomierocss B Allium  cepa
(Razvjazkina, 1971).

B 1993, B naboparopun monekynsipuoi Bupyconorun BHUMCH, oTkpbeIT rubkui,
MAJTOYKOBHUIHBIN, TIEpEJaroIIeiics KICIOM BHUPYC, OOJaJalomuii XapaKTepHBIM, MPUCYITUM
TOJIKO eMy, cTpoeHueM renoma. Bupyc nHa3zsan X Bupycom manota. (Vishnichenko, et.al., 1993,
Kanyuka, et.al., 1992).

B 1993-2000 rr, pa3nu4yHbIMH TpyIIaMH HccienoBareieid coollnanock O BUpycax,
obmanaromux cxoaHoi ¢ XBIII opranusarueit reroma. (Sumi et. al., 1993, Barg et. al., 1994,
Helguera et. al., 1996, Yamashita et. al., 1996, Song et. al., 1998, Sumi et. al., 1999).

B 2000 1., corpymnukamu nabopatopuu MoJiekyisipHoi OuorexHomornn BHUNCB,
HPEIUIOKESHO BBIJICIUTh HOBBIM PO pacTUTenbHbIX BUpycoB - Allexivirus (Allium X virus),
IPOTOTUIIOM KOTOPOTO siBIsieTcst X BUpYc manoTa. (Zavriev, Vishnichenko, 2000).

JIyk manor, Allium cepa var. aggregatum G. Don., 10 HAaCTOSIIEr0 HCCIIEI0BaHUS,
CUUTAJICA €IMHCTBEHHBIM BOCITPUUMYHBBIM X031MHOM XBIII.

Jlo HACTOAIIEro MCCIIETOBaHMs MOJTHOCTHIO OTCYTCTBOBaJIa MH(MOpPMAIUS O DKCHPECCUU
MOJIEKYJISIpHBIX (hakTopoB uMmyHHUTeTa [llanora, kak reHoB, 3a/1elicTBOBaHHBIX B mporiecce PHK-
caiJIeHCHHTIa TaK ¥ T'€HOB, 3a7eHcTBOBaHHbBIX B PTI.

Mean uccaenoBanus
[lenbto HacTOSIIEr0 MCCIENOBAHUS SIBISUIOCH M3yYeHHE BIUSHUS MHeKnuu X BUpyca
1aJI0Ta Ha MEXaHU3Mbl UMMYHHOM CHCTEMBbI PACTEHUS XO35MHA.



3agaum ucciae0BAHNM

B cBsi3u ¢ Tem, uTo uHpopMaIus 00 0COOSHHOCTAX MOJIEKYJISIpHON Omonoruu X BUpyca
11ajgoTa KpaifHe OrpaHUYeHa, MPeIoJiaraioch pelieHue CIeIy0NINX 3a1a4:

1. TlpoBectn aHanM3 ¥ BBISIBUTh BO3MOXKHBIC aJIallTAIlMOHHBIE HM3MCHCHHSI,
MIPOU3OLIE/IIINE B BUPYCHOM T'€HOME B MpOIIECCE ATUTENHON PEenpoAYKIMH B BEreTaTHBHO
Pa3sMHOKAEMBIX PACTCHUSAX LIAJIOTA.

2. UpentuduuupoBarh oOnanarolue CynpeccOpHO aKTUBHOCTHIO Oenku X BuUpyca
mranoTa, mo3Boiisitone 3()(GEKTHBHO WHTHOUPOBATH JIOKATBHBIA M CUCTEMHBIN CalJICHCHHT
TEHOB - OJJUH M3 MEXaHU3MOB aHTUBUPYCHOTO UMMYHHTETA.

3. Unentudunuposars B renome Allium cepa var. aggregatum G. Don., HykiIeoTHHbIE
MOCIIEA0BATEIbHOCTH, KOJUPYIOILIUE KII0UYeBble (PaKTOPbl AHTUBUPYCHOIO UMMYHHUTETA.

4. CpaBHUTb OTHOCHUTEIBHBI YPOBEHb OKCIPECCHHM TEHOB, YYaCTBYIOIIUX B
AHTUBUPYCHOM (puTOMMMYHHUTETE, B Oe3BHpyCcHOM U MHuIpoanHoMm XBIII manore.

5. DKCHEpUMEHTAIBHO MPOBEPUTH TUNOTE3y, coriacHo koTopoit XBII oka3sbiBaeTcs
CIIOCOOHBIM ~ PENpOAYLUPOBATHCS B pacTEHUSAX Iajgora Omaromapsi €ro CrHocoOOHOCTH
uHayuuposatb PTl M TpaHCKpUIIIMOHHOE pENporpaMMHpPOBAaHUE, B pe3yjbTaTe 4Ye€ro BUPYC
MOJIaBIISIeT pa3NuYHbIe (PaKTOPbl AHTUBUPYCHOTO UMMYHHUTETA.

6. IIposeputs rumote3y o Allium cepa var. aggregatum G. Don., kak eIdHCTBEHOM
pacTeHUU-X03siMHe X BUpYyca IIaIoTa.

Hay4yHast HOBH3HA M IPAKTHYECKAs 3HAYMMOCTH PadoThI

B nannoif pabore ycraHoBieH (akT penpoAykKmuu X BHpyca MIaJoTa B OTCYTCTBHHU
coOctBenHoro 6enka cynpeccopa PHK — caiinencunra.

[lonTBepkneHa rumnoresa, oObscHsAmomas Qakt penpoaykuuu XBII, B orcyrcrBun
COOCTBEHHOT0 OeJiKa cynpeccopa, CIOCOOHOCThIO BUPYCa MOJHOCTBIO WM YACTUYHO U3MEHSTh
AKCIIpeCCHI0 OeNKOB, 3a/1eHCTBOBAHHBIX B 00ECIIEUEHNN aHTUBUPYCHOT'O (PUTOMMMYHUTETA.

ITonaBnenue skcnpeccun kmoueBbix ¢pakTopoB PHK-caitnencunra B MHGUIIMPOBaHHBIX
pacTeHMsIX U, KOHTPOJIUPYEMOE BO BPEMEHHM, U30MpaTEeIbHOE N3MEHEHUE YPOBHEH SKCIPECCHU
psla TEeHOB-MHILIEHEH, KOAMPYIOUMX JApyrue (akTopbl aHTUBUPYCHOTO (UTOMMMYHHTETA,
00yCIIOBIEHHO UHAYKLIMEN BUpycoMm rnpouecca PTI.

B Hacrosimeit pabote ycraHoBieH ¢akT penpoaykiuu XBIII B mocankax uecHOka
(Allium sativum). [lo mnpoBeneHHs aKTyaJdbHOTO HCCIICJAOBAHUS MPEANOIOraaoch, YTO
enuHCTBEeHHBIM X03suHOM XBIII siBisiercst mamot (Allium cepa var. aggregatum G. Don).

MeTon0J10rus 1 METOAbI HCC/ICIOBAHUS

B pabGory BomuM JaHHBIE, [IOJIYYEHHbIE C HCIOJB30BAHHEM MOJEKYJSIPHO-
OMOJIOTHYECKUX M OMOTEXHOJOTMUECKUX METOJIOB JIabOpaTOpHOro aHajau3a: METOJ OOpaTHOM
tpanckpunuuu, [P mo xoneunoi Touke, I[P B peasibHOM BpeMEHH, CEKBEHHUPOBAHHUE IO
Canrepy, cnocob co3iaHusi BEKTOPHBIX KOHCTPYKIMU Ha ocHoBe miasmuasl PLH 7000 meTonom
PECTPUKIIMU U JIUTUPOBaHUs, BecTepH-010TTUHT.

PaGora BeIMONHEHa B J1a0OpaTOpuu MOJEKYJSpHOH Bupyconorun @PenepaabHOro
rOCy1apCTBEHHOro0  OIOJUKETHOrO  HAyyHOro  yupexnaeHus «Bcepoccuiickuif — Hay4yHO-
HCCJIEIOBATENILCKUN UHCTUTYT CENbCKOXO3sicTBeHHOM OuotexHomorun» (OI'BHY BHUUCH),
r.Mockaa.

ABTOp BBIpaKaeT OmarogapHOCTh Kojuieram lLleHTpa HWH)KEHEpHBIX HCCIEIOBAaHUN H
paspabotok, Kuro, DxBamop [Universidad Tecnologica Equinoccial (UTE), Facultad de Ciencias
de la Ingenieria e Industrias, Quito, Ecuador; G. Landazuri, Centro de Investigacion, Estudios y
Desarrollo de Ingenieria (CIEDI), Quito, Ecuador], 3a m00e3H0 MpeaOCTaBICHHYIO
BO3MO>KHOCTb MCCJIEJOBATh PENPOAYKIMI0 X BHpycCa IIAN0Ta B YECHOKE Ha Iocajkax AsaysH,
npoBuHIUs YumbOopaco, DkBaaop.



OcHoOBHbBIE T0JI0KeHHUS THCCePTAIUM, BBIHOCUMbIE HA 3aA1HUTY

— @ynkuuoHanpabie Moy PHK-renoma XBI, 1eMOHCTpHUPYIOT pa3iinuHy0 CKOPOCTh
SBOJIIOIIMOHHBIX M3MEHEHUH, UMEIOIIUX SIBHBIA aJanTallMOHHBIX XapakTep, NpUOOpEeTEeHHBIN B
pe3yibTaTe penpoAYKIIMH B HOBOM XO3SHHE.

— Penponykuus X Bupyca Imajgora HOPOXOJUT, B OTCYTCTBUM COOCTBEHHOroO Oelika
cympeccopa. Y CTaHOBJIICHO OTCYTCTBHE cymnpeccopHoit aktuBHOCTH PHK-caiinencunra y 6enkos,
KOAMPYEMbIX TeHOMOM X BUpYycCa IIaN0Ta.

— BriepBbie uaeHTU(DHUIIMPOBAHBI TIOCIECIOBATEIILHOCTH KOIUPYIONUE PparMeHThl TEHOB
o0ycaaBIUBaIOIMEe aHTHBUPYCHBbIH ¢uronmmyHuteT (paktopsl PHK-caiinencunra, PTI,
ayrodarun 1 RNA Quality Control) Allium cepa var. aggregatum G. Don. IlpesacraBien aHamu3
YpOBHEH 3KCIPECCUU JaHHBIX MOCIEA0BATEIHHOCTEH.

— TlonTBepkaeHa TUIOTE3a, OOBACHSIONMAS (aKT PEMPOAYKIMH X BHUpyCa IIaOTa, B
OTCYTCTBUH COOCTBEHHOIO Oelika cympeccopa, ClIOCOOHOCThIO BUPYCa MOJHOCTHIO HIIM YaCTUYHO
U3MEHATh  OKCIPECCHI0  O€JKOB, 3aJIeHCTBOBAHHBIX B  OOECIIEUCHHH AHTUBUPYCHOTO
dbutoummynutera. IlomaBnenue oskcrnpeccun kimoueBbix (akropoB PHK-caiinencunra B
WH(DUIIMPOBAHHBIX PACTCHUSX M, KOHTPOJIUPYEMOE BO BPEMEHHU, M30UpPATEIbHOE HM3MEHEHUE
YPOBHEH SKCIPECCHH psifia TEHOB-MHILIEHEH, KOAUPYIOIUX Apyrue (akTopbl aHTHBUPYCHOTO
¢uToMMMyHUTETA, 00YCIIOBIEHHO UHAYKLIKENH BUpycoM npouecca PTI.

— INoka3zana Bo3MoxHOCTh penpoaykuuu XBII 8 Allium sativum L.

CreneHb J0CTOBEPHOCTH U aNpodan s pe3yJbTaTOB

OcHOBHBbIE PE3yJIbTaThl UCCIEJOBAHU 10JI0KEHBI HA BCEPOCCUICKUX M MEKIYHapPOIHBIX
HAY4YHO-TIPAKTHYECKUX KOH(epeHIHsIX: MexayHapoaHas HayyHO-IpaKTH4eckas KOoHpepeHuus
«MMMyHHTET pacTeHuil K WH(EKIMOHHBIM 3a0oleBaHHAM», mocBsmeHHas 100-1eTuto
moHorpapuu H.MU. BasunoBa (MockBa, 2019); VIII HayuHO-IpakTHUecKass KOH(pEpeHLus ¢
MEXyHapOAHbIM yuacTueM. «['eHeTnka — pyH1aMeHTallbHas OCHOBA MHHOBALIMK B MEIULIMHE U
cenekuum»  (PocroB-nHa-/lony, 2019); XVII monomexHas HayuHas  KoOH(pepeHUuUs
«broTexHOI0TUs B pacCTEHUEBOJICTBE, JKUBOTHOBOJACTBE U BeTepuHapumn» (Mocksa, 2017); XIII
MOJIOJIe)KHAsT Hay4Hasi KOHpepeHIHs «BbHOTeXHOMOTUsl B pacTEeHUEBOJICTBE, )KUBOTHOBOJICTBE U
BerepuHapun» (Mocksa, 2013); [X mononexxnass Hayunas koHdepeHius «buorexnonorust B
pacTeHHUEBOCTBE, )KUBOTHOBOACTBE U BeTepuHapum» (Mocksa, 2009).

JIOCTOBEpHOCTh ~ TMOJYYEHHBIX  PE3yJbTaTOB  OCHOBBIBAE€TCS HAa  HCIIOJIb30BAHUU
JIOCTAaTOYHOT0 00beMa HKCIEPUMEHTAIBHOTO MaTepHaia, COOTBETCTBYIOIIMX JIJIsl TOCTABIEHHBIX
3a/1a4 METO/10B UCCIIEIOBAaHUS U METO/I0B 00pabOTKH JIaHHBIX.

ITo marepuanam nuccepranuu onyonrukoBaHo 11 HaydHbIX pa®oT, B TOM umcie 5 crareit
B PEIEH3UPYEMBIX HAayUHBIX KypHanax, pekomeHaoBaHHbIX BAK Muno6puayku P®, 1 ctates B
U3JJaHUAX, BXOJAIIMX B MEXJIyHapOIHbIE pedepaTuBHbIe 0a3bl JaHHBIX, 5 pabOT B COOpPHUKAX
HAy4YHBIX KOH(pEpEeHLINH.

O0beM M CTPYKTYpa AUCCEPTALMU
HuccepranonHas pabora u3nokeHa Ha 187 cTpaHHMIIaX MAaIIMHONKUCHOTO TEKCTa MU
COCTOUT W3 BBEJCHHS, 0030pa JUTEPATYPHI, TIaB C OMHCAHUEM HCIOIH30BAHHBIX MAaTEPHAIIOB U
METO/IOB, TJIaB C ONMHCAHHWEM MOJYYECHHBIX PE3yJIbTAaTOB, 3aKJIIOYEHHUS U CIHCKAa LUTHUPYEMOM
JUTEpaTyphl, BKIOYaroniero 238 OTeYeCTBEHHBIX W 3apyOeKHBIX HCTOYHUKOB. [lomydeHHBIE
JTaHHbIEe CBeIeHBI B 16 Ta0nuIl 1 MpOMILTIOCTPpUPOBaHbI 23 pUCYHKAMHU.



CooTBeTCTBHE TUCCEPTAIUH MACTIOPTY HAYYHOH CNIeNMATbHOCTH
OcHOBHBIE  HayyHbl€  TOJOXKEHHS  JIUCCEPTAllMM  COOTBETCTBYIOT  MAacHopTy
crnenuanbHocTH 1.5.6 — buoTexHoJIOrMs, a UMEHHO 00JacTIM HCCIENOBAaHMI: IeHETHYECKUE,
CCJICKIIMOHHBIE M HMMMYHOJIOTUYECKHE FWCCICOBAHUS B TPUKIAAHOW MHUKPOOUOJIOTHH,
BHUPYCOJIOTHH M IIUTOJIOTUH; UMMYHHasi OMOTEXHOJIOTHUS U JIp.

JIM4YHLI BKJIag
Bce TexHudeckue NeiCTBUS COTIACHO METOAaM, IPEICTABICHHBIM B HACTOSIICH padoTe,
BBITIOJIHSUTUCH HETIOCPEJICTBEHHO aBTOPOM.
AHanu3 TONMYYCHHBIX IAHHBIX, ONUCAHUE U OOCYXKICHHE pEe3yJbTaToB, O(OpMIICHHE
JccepTaluy ¥ aBTopedepara BBHITIOJHEHBI aBTOPOM CaMOCTOSITEIBHO.
ABTOp MpPUHUMAII HEMIOCPEJACTBEHHOE YYacTHE B MOATOTOBKE K MyOJIMKAIIMHA B HAYYHBIX
W3JIaHMSIX CTAaTel U TE3MCOB 10 MaTepHallaM JUCCEePTAIMOHHON pabOTHI.

Coaep:xxanue padoTbl

1. AHa/IM3 n3MeHeHnii B reHoMe X-BHPYCa MAJI0TA, IePCHUCTHPYIOIEro
B BEreTATHUBHO Pa3MHOKAeMOM 1AJIOTe

OTkpbITHIH U onucanHblil B Poccun X Bupyc manora ObuT BbleleH u3 pactenuit Allium
cepa var. aggregatum G. Don. (cenexumonnsiii oOpa3zer; N803), HHOKYJIUPOBAHHBIX KCTPAKTOM
pacTeHuil ImamoTa MOHTOJBCKOrO copra Tarap, MHQUIMPOBAHHBIX MOTUBUPYCOM SKEITOH
kapaukoBoctd Jsyka (BXXKJI). beuto oOHapykeHO, 4YTO THUOKHE BHPYCHBIE YacTULBL,
HaKaruIMBAIOLIMECs B 3HAUUTENbHBIX KOJIMYECTBaX B pacTeHusxX manora N803, He mpuHaaiexKaT
BXKKJI, a mpenctaBnsitoT co0oi BHPHOHBI HOBOTO, HEM3BECTHOI'O paHEE BUPYCAa, CTABILETrO
TUIIOBBIM 11 HOBOTO poja Allexivirus.

Bnocnencteun naHHbIA, pOCCUUCKHMNM M3014T X BUpycCa IIAIOTA, MOAIECPKUBAEMBIN B
TE€4YeHHe, 10 KpallHel Mepe ABAALATU JIET, B BEI€TaTUBHO Pa3MHOKAEMBIX PACTEHMSIX IIAN0Ta
ceneKmoHHoro obpasna N803, He MHDUIMPOBAHHBIX Kapyia- WIKM MMOTEKCBUPYCaMH, TO €CTh B
YCIIOBUSIX MOHOMH(EKIIUH, UCIIOJIB30BAJICS B HACTOALIEH paboTe, /IS aHAU3a T€X WU3MEHEHUH,
KOTOpBIE ITPOU30LUINA B BUPYCHOM I'€HOME B ITPOLIECCE CTOJb JUIUTEIBHON PENPOAYKIINH.

[Ipenapar XBIII Beiaensics U3 3apak€HHBIX pacTeHuM manora. [locimenoBaTenbHOCTH
KOHIIEBBIX pailoHOB reHoma X BUpyca IIAIOTa ONpPENENsUIM ¢ MOMOIIbI0 Habopa A ObICTpoi
ammumndukanun koHunoB PHK (FirstChoice RLM-RACE Kit, Ambion). [lns omnpenenenus
MIOCJIEOBATEIBHOCTH ~ OCHOBHOM  4YacTM TI€HOMAa  HCIIOJB30BAUCh  MATHAALATH  Hap
cnenupuYecKkux OJIMTOHYKJIEOTUIOB, CO3JaHHBIX Ha OCHOBE paHee OMNpeeTeHHOMN
[I0CJIeI0BaTeIbHOCTH TeHoMa XBIII.

B pesynbrare Obu1 momyden Habop ¢parmentoB JIHK, mepexpbiBarommxcs Mexay
co0OH, a TaKXke ¢ MOCJIe0BATEILHOCTAMH, ONPEAEICHHBIMU I KOHIIEBBIX PailOHOB reéHOMa.

[Tonydyennble ¢parMeHThl KJIOHUpOBaIM B cocTaBe Bekropa pAL-TA (EBporen) u
cexkBeHupoBanu. [lonnas nocnenoBarensHocTs PHK XBIII, mmua xotopoit cocraBmiia 8898
HYKJIEOTHJHBIX OCTaTKOB, HE cuMTasi MoJu(A)-KOHIEBOM dacTu, Oblla JEMOHUMpOBaHAa B 0Oa3ze
nanabix GeneBank (Homep JX310755).

CpaBHeHue noixydeHHOM nocienoBaTenbHocTH reHoMa XBIII ¢ onmyGnukoBanHOM paHee
MIOCJIE0BATENBHOCTRIO POAMTEILCKOTO H30J5Ta, IPOBEACHHOE C TIOMOIIBIO IPOTPAMMBbI
ClustalW2, mokazamo ux cxoactBo Ha 92,6%. YpoBeHb AMBEPTEHIIMH, COOTBETCTBEHHO,
cocraBiuseT 7.4%, nnu 0.37% B rox, win 31 myranus Ha T€HOM B TOJ, YTO IPUMEPHO B 3 pasza
MpeBbIIAET ypoBeHb MyTanuid y apyrux PHK-conepxanmx Bupycos.



Jns ananm3a pacrpeneneHus BhISIBICHHBIX 3aMEH B MOcieI0BaTeIbHOCTH reHoma XBIII
Obuta ucnonb3oBana nporpamma PLOTCON, ¢ momompio KOTOpoi ObLT MOCTpOEH Tpaduk
CXOACTBa, OCHOBAaHHBIH Ha  BHIPABHMBAaHMM HOBOM U  paHee  OMyOJIMKOBAaHHOU
nocseaoBarenbHocTel renoma. (Puc. 1).

[TocTpoeHHbIit TpaduK BBIABWI, YTO pa3ivdHble paiioHsl reHoma XBIII mposBistor
Pa3HyIO CTENEHb CXOJCTBA HYKJIEOTHUIHBIX IOCIEI0BATEIbHOCTEW POIUTEIBCKOTO U JJOUEPHETO
n3oisatoB XBIII. PaiioH, BKIFOYArOIIMI OTKPBITBIC paMKU CUWTHIBaHUSA 2, 3 U 4 (TeHBI OEIKOB
TBI'l, TBI'2 u p42), cCOmepXHUT CYHIECTBEHHO OOJbIIEe YHUCIO OTIMYMA MEXITY ABYMS
MOCIIeI0BATEIBHOCTSMU, YeM ApYyTUe paiioHbl reHoMa. Kpome Toro, pailoH, KoAUpYIOMUHA JOMEH
MET BupycHOW peruimkasbl, Oka3ajics Oojiee BapuaOenbHBIM, YeM palOHBI, KOAHPYIOIIHE
Jpyrue JOMEHBI TOTO K€ Oelika, HO MeHee BapuadenbHbIM, YeM paiioH renoB ThI'1, TBI2, p42
(Puc. 1).

Takum 00pazom, MOKHO ceNaTh BBIBOJ, YTO, MO KpaiiHEll Mepe, 4yacTh HaOJI0/1aeMbIX
pa3Iuuuil MEXTy T€HOMHBIMU IMOCJIEI0BATEIbHOCTSMU POAUTEIBCKOIO U JIOUEPHETO H30JISTOB
XBUI sBnsieTcst pe3yibTaToOM W3MEHEHUMN, MPOU3OLISAIINX B MEPUOJ] MEPCUCTEHIIUN BUpyca B
BEreTaTUBHO Pa3MHOXKAEMbIX pacTeHMsX manora N803.
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Pucynox 1. Cxema cxoACTBa BBIPABHEHHBIX HYKJIEOTHIHBIX THociefoBatensHocTeil ShVX
JX310755 u ycraHOBJIEHHOM paHee, MOJYyYEeHHass ¢ HCHOJIb30BAHUEM CETEBOTO MPHUIIOKEHUS
PLOTCON c¢ marom B 60 ocHoBaHuil. CXOICTBO IOCIEAOBATENbHOCTEN MPEACTABIEHO
HAIpoTUB UX TojokeHuil. CBeTio-cepbiM LBETOM oTMeueHbl obsactu reHoB ShVX. Temuo-
CepBIM I[BETOM OTMEUEHbI KOHCEPBATUBHbIE 001aCTH BUPYCHOM PETIIMKA3Hl.

[TomapHbie cpaBHEHHS AaMHHOKHCIOTHBIX IOCIIEOBATEILHOCTEH KOAMPYEMBIX OEIKOB
MOKa3ajd, 4YTO OOJbIIee KOJWYCCTBO pa3UYMid HYKICOTHJIHBIX ITOCIICOBATEILHOCTEH,
HaiinenHoe ans nomena MET B cpaBHeHHH C IPYTUMHU JOMEHAMU PEIUTUKAa3bl, HE TMPUBOINUT K
OoJypllIeMy  KOJWYECTBY  AMUHOKHCIOTHBIX  3aMEH: HMJCHTUYHOCTh  aMHUHOKHCIIOTHBIX
MOCIIEI0OBATEIHPHOCTEN TOMEHOB perumnkasel coctaBmia 98,7% mms MET, 96,6% nns AlkB,
99,6% g HEL 1 99,1% nis POL.



C npyroii CTOpOHBI, YPOBEHb CXOJICTBa AMUHOKHCIIOTHBIX MOCJIEIOBATEIbHOCTEN OEIKOB
TBI'l, TBI2 wu p42, cocraBustomuii Menee 90% COOTBETCTBOBAJ YPOBHIO CXOJICTBA
HYKJICOTHHBIX MOCIEA0BATEIbHOCTEH TaHHBIX T€HOB U OBLI CYIIECTBEHHO HMKE, YUEM YPOBEHb
cxoctBa karcuaHoro (KB) u riecrenn 6oraroro (L[bB) 6enkos.

Kpome Toro, 06110 00HApPYKEHO, YTO aMHUHOKHCIIOTHBIE 3aMeHbl B Kogupyemom OPC2
oenke TBI'l pacnpenenensl HecmydaiiHbIM 00pa3oM. I1aTe u3 25 aMMHOKHUCIOTHBIX 3aMeH (20%)
JIOKAJIU3YIOTCS B NOCIIEIOBATEIbHOCTSIX KOHCEPBATUBHBIX MOTUBOB, TOTJIa KaK Ha KOJIUPYIOLIUE
uX paiioHsl rena npuxoautcs 30% HyKICOTHIHBIX 3aMeH. DTH HAOIIOIEHHS CBUCTEILCTBYIOT B
MOJIb3y TOTO, YTO PA3NIMUUS MEXIY POAUTEIBCKUM M ao4depHUM u3onstamu XBIII sBisrorcs
pe3yJIbTaTOM aJalTallMOHHBIX U3MEHEHUH, TPOU30LIEIIINX B BUPYCHOM I'€HOME.

[TonydeHnHble B HacTosIIeH paboTe JaHHBIE O PA3IMYHBIX YPOBHSAX HAKOIJICHUS MyTallui
B pa3HbIX paiioHax reHoMa XBIII noka3sIBatoT, yTo QyHKIMOHATBHBIE MOAYH BupycHoro PHK-
T€HOMa MOTYT WCIBITHIBATh HEOJMHAKOBOE JABJIEHHWE €CTECTBEHHOTO 0TOOpa M, KaK CIEICTBUE,
HBOJIFOLIMOHUPOBATH C PA3HOM CKOPOCTHIO.

Bricokuil ypoBeHb H3MEHUNBOCTH, OOHAPYKEHHBIN A paiiona renoma XBILI, koTopsrit
koaupyet Oenku THBI', HeoOXoauMBIe TSI MEXKKJIETOYHOTO TPAHCIIOPTa BUPYCHOU MH(pEKINHU, 1
Oenok p42, BEpOATHO, TOBOPUT O TOM, UTO TOCIEAHUN OENOK TaKKe MOXKET ObITh CBA3aH C
KaKMMH-JIM00 aclieKTaMH BUPYCHOI'O TPAHCIIOPTA.

DTO HE NMPOTUBOPEUUT UMEIOLIMMCS SKCIIEPUMEHTAIbHBIM JAHHBIM O B3aUMOJCHCTBUU
Oenka p42 ¢ BUPUOHAMH, IOCKOJIbBKY /JIi HEKOTOPBIX BHUPYCOB, HE OTHOCSIIMXCS K pOAY
Allexivirus, mokazaHo, YTO B3aMMOJICCTBUE BHpYC-CrielupuYecKux OeIKOB, HE BXOJSIIMX B
COCTaB CHHMPAJIbHOIO KalCUAa, C BHUPYCHBIMM YacTULAMU HEOOXOAMMO Uil TpaHCIopTa
BUPYCHOU HH(EKIUU.

[IpuunHOl HabNIOAEMBIX U3MEHEHUH, BEPOSATHO, SIBJISETCS alalTalus K HOBOMY
PacCTEHHIO-XO35UHY.

2. UccnenoBanue cynpeccOpHOil aKkTHBHOCTH 0€JIKOB KOAUPYEeMBIX 3’ - 00/1aCTBIO TeHOMA
X BHpyca maja0Ta

O¢ddexTuBHOM cTparerueii, BbIPaOOTaHHON (UTONATOTEHHBIMU BHPYCaMU B XOJ€
HBOJIOIMM M TMO3BOJsIOMEH MM mnpeoponeBars neiictBue PHK-unrepdepenuunu, sBusercs
0JIOKHPOBAaHHME TEHETUYECKOTO CallIEeHCHHIa MOCPEJICTBOM CIEIMATIBHBIX OEIKOB — CYIPECCOPOB
PHK wunrtepdepeniiuu. Takum oOpa3om, uaeHtuduxaims OenkoB X BHpyca I[IaloTra ¢
MIPEANoIaraéMol CyNnpecCOpHOW AaKTUBHOCTBIO, CIOCOOCTBOBaja Obl MOHUMAHHUIO TPHPOIBI
MOJIEKYJIIPHBIX MEXaHU3MOB Hucnonb3dyemMbix XBII jns penpoaykuuu B 3apakeHHBIX
pacTeHHUsIX.

HccnenoBanue Bo3MokHOro Hamuus GyHkiuu cynpeccuun PHK-untepdepenunu y psna
0enkoB, KoAMpyeMbIX TreHoMoM X BHpyca IalioTa, MPOBOAWIOCH C  [OMOIIBIO
arpo0aKkTepualbHOW  TPAaH3UEHTHOH OSKCIPECCUpYIOIIEeH CHCTEMBI pPErnopTepHOro Oenka
(3emenoro (Qayopecrupyomero Oenka, GFP) B mucrtesx tabaka (N. Benthamiana) B
OpUCYTCTBUM  crieruduueckoro uHaykropa PHK-untepdepeHunn u  M3BECTHOro WM
MPEeJIoJIaraeMoro BUPYCHOTO CyIpeccopa.

Hcnonb30BaHue JaHHOM TEXHOJIOTMH BKIIIOYAET CO3JaHHE BEKTOpa Ha OCHOBE OMHAPHOM
IUIa3MU/bl, HECyIled BCTaBKY IOJTHOPa3MEPHON KOMUM aMIUTMQHUIHMPYEMbIX YYacCTKOB,
COOTBETCTBYIOIUX I'eHaM OJIKOB HKCIPECCUPYEMbIX X BUPYCOM MIAJIOTA.

[Ipu KOHCTpYHpOBaHUU TIpAtMEPOB ISl aMITTU(UKAITUN UHANBUIYAJIBHBIX ()parMEeHTOB
BupycHoil k/IHK u mocnemyromiero KIOHHPOBAaHUS UX B OWHAPHBINA BEKTOP OBLIN HCIIOJIb30BAHbI
JIAaHHBIE aKTyaJIbHOW MH(pOPMAIMK O T€HOMHOHW opraHu3anuu X BUpYCa IajgoTa HACTOSIIETO
WCCJICIOBAHMSI, & TaKXKe HHPOpMAITHS, MOTyICHHAs HAMU U IPYTUMU HCCIIEI0BATEISIME paHee.



C 1enpro KIIOHUPOBAHUS OTACNBHBIX (pparmeHnToB BupycHOU k/IHK B OuHapHBIi BeKTOD,
B CTPYKTYpY IpaiiMepoB ObUIM BKIIIOYEHBI IOCIIEAOBATEILHOCTH CalTOB pecTpukuuu Ncol u
Xbal, oTcyTcTByIOIIME B IOCIEIOBATEIBHOCTIX HCcieayeMmbix (parmeHToB. Kpome Toro, B
II0CJIEI0BATENBHOCTD IIPAMEPOB C calToM pecTpuKUuu Ncol nocie MHUIUMUPYIOLIEro KOJA0Ha U
CJICAYIOUIETO 332 HUM I'yaHWJIOBOI'O OCTaTKa BKitouanu JquHykiaeotun TG. Bo3Hukaronmii Takum
o6paszom tpurier GTG uHAYHHPOBaAT BKIIOUEHHE B COOTBETCTBYIOIINE MOJIUIIENITU B TTocie N-
KOHIIEBOI'O METMOHMHA OCTAaTKa BAJIMHA, HE BJIMAIOLIETO HA aKTUBHOCTh O€JIKa in Vivo.

[TonmyyeHHbIE TOCIEIOBATEIBHOCTH COACPXKATH (IAHKUPYIOUIME CAaWThl PECTPUKIINU,
MHULUUPYIOLIMHA KOJOH U COOTBETCTBYIOIINE OTKPBIThIE PAMKH cUMThIBaHU (6e3 caiiToB Ncol u
Xbal), To ecThb Bce 3JIEMEHTHI, HEOOXOAMMBIC Ui KJIOHHPOBaHWS B OWHApPHBIA BEKTOp H
JJAJIbHEHMILIEro MCIOJIb30BaHUsl B CHCTEME arpo0aKkTepHalbHONM TpPaH3MEHTHOH H3KCIpeccuu
UCCJIETyEMBIX OEJIKOB.

bubnuorekn 1ia3Muj, coAepXKalMX BCTaBKY C JaHHBIMHM IOCJEI0BATEIbHOCTSIMHU,
MOTYT OBITh MCIOJIb30BaHbl B JAIbHEUIINX MOJEKYJISIPHO-OMOJIOTHYECKUX IKCIIEPUMEHTAX € X
BUPYCOM ILIAJIOTA.

IIpn wuccnenoBaHUMU JIOKAJBHOTO CalMJIGHCUHIA, JMCTbS MHTAaKTHbIX pacTeHuil N.
benthamiana wuHOKyIHMpOBadM CyCleH3HEH KIETOK arpoOakTepuii, TpaHCHOPMUPOBAHHBIX
PEKOMOMHAHTHBIMM  IIJIa3MUJAMHM, HECYIIMMH TE€HETUYECKHE KOHCTPYKUUHU. Y POBEHb
9KCIPECCHH PENOPTEPHOro reHa OLEHUBAIIM 10 pe3ysbTaTaM UMYHOOIOTHHIa U (hIyopoMeTpun
AKCTPAKTOB 3KCIEPUMEHTAIBHBIX PACTEHUM 110 MPOIIECTBUM 7 THEW MOCIIE HHBEKIIUU.

Arpounnenknuto Nicotiana benthamiana ocyiecTBisuiu B ciieAyIomunx BapuaHTax:

1. Penoprepusiii ren (GFP) + mycroii Bektop; 2. GFP + munykrop PHK wunTtepdepenumm
(dsGFP) + mycroii Bektop; 3. UsBectnniit cympeccop (pl9) + dsGFP + pemnoprepHblii rew;
4,5,6,7 IlocnemoBarenbHOCTh, KOAMpYIOWIash wuccienyembii Oenok + wuHAykrop PHK
unrepdepenimu (dsGFP) + penoprepHslii reH.

HInuneynass cTpykTypa, oOpasyromascs 0pu 3Kcrpeccuu KoHcTpykuuu V-dSGF,
apnsiercd uHaykTopoM PHK caiineHcuHra u mpu ee HalM4YMU SKCIIPECCUS MApKEpHOro Oenka
GFP He mpoucxoaut, Torga Kak IpHUCYTCTBHE Oenka-cynpeccopa, P19, mnruOupyer naHHbIN
nporecc, uro nosponster GFP skcnpeccupoBatbes B pacteHusix Tabaka. COOTBETCTBEHHO
Hanuuue skcripeccun GFP B BapuanTax 5-8, Moxer nmoarBepauTh GyHKIuU0 cynpeccopa PHK
caifJieHCHHIa y Kakoro-i1mbo u3 ucciexyeMbix HaMu 6enkoB 3’ obOnactu XBIII. B ciydae ecnu
uccienyeMbiii  Oenok He o0nanaer cynpeccopHoil ¢yHkuuei, mapkepHbiii Oemox  GFP
JKCIpeccupoBaTbcsi He Oynmer, 3a cuer JeiictBus wuHaykropa PHK  caitnencunra
IKCIpPECCHpPyeMOoro KoHCTpykimen V-dsGFP.

Kak cienyer u3 pe3ynbTaToB, IpEJACTABICHHBIX Ha pHUC. 2 a U O, BOCCTAHOBJICHUE YPOBHS
skcnpeccun GFP, camxenHoro B pesyibrate nedictBus koHCTpykumu V-dsGF naGmromaercs
TOJIBKO B MIPUCYTCTBUH OeJKa-cyrpeccopa ToMOycBupycoB (koHcTpyKiust V-pl9). [lpu sTom, HU
OoIMH U3 mnpoTectupoBaHHbIX OenkoB XBIIl ¢ynknueit cynpeccopa nokamsHoro PHK-
caifieHcuHTa He 00J1aaeT.

[Ipy  W3yyeHHMM  CHUCTEMHOrO0  CAWJIEHCHHIa  HCIIOJIb30BajlaCh  KOHCTPYKIUS
skcripeccupyromas TGBpl 6Gemok XBII (ORF2), morekc- u KapliaBUpPyCHBIE TOMOJIOTH
KoTtoporo oo6namator Qyukmusmu cynpeccopa PHK-untepdepennmu. CycneH3uio KIETOK
arpo0akTepuii, Hecymux KOHCTpyKuuio V- ShVX-ORF2, nHbenupoBaau B JIMCTbS HUKHETO
sipyca TpaHcreHHbix pactenuit Nicotiana benthamiana muaum 16¢ SKCIPECUUPYIONIMX 3€TCHBIN
dmoopuctenTHelit 6enok menyssl (GFP), u uepes 14 - 16 nHeit HHTEHCUBHOCTD (piTyopeciieHInu
GFP B mucThsix BepxHEro sipyca oleHuBaM MeTozoM ¢uryopomerpunu (Puc. 2 B).

Pe3ynbTaTsl SKCIIEpMMEHTa CBUJETENBCTBYIOT O TOM, YTO B OTJIMYUE OT CBOMX MOTEKC- U
KapiaBupycHoro romojoros, TGBpl 6emox XBIII (ORF2) He MHIrHOUpPYET TakyKe U CHCTEMHBIN
PHK - caitnencuHr.
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Takum 00pa3zom, pe3yJbTaThl HACTOSILErO HCCIENIOBAaHUS IMO3BOJISIOT CHAENIaTh BBIBO/,
yro XBII penponyuupyercs B pacTeHHSAX IIAJNIOTa B OTCYTCTBHHM COOCTBEHHOTO AaKTHBHOTO
oenka-cynpeccopa PHK caitnencunra. He uckmoueno, uro uarnouposanue PHK caiinencunra,
HeoOxoaumoe s yceremHon pernponykiuu XBIII B uccrnenyemolt cucreme, MOXET OBITh
00yCIJIOBJICHO pa3IMUYHBIMU MEXaHU3MaMH, HallpUMep CIIOCOOHOCTBIO BUpPYyca KaKUM-TO 00pazoM
MOJTHOCTBIO TMOAABIATH WM U3MEHSTH SKCIIPECCUIO TEHOB aHTHBHPYCHOTO (PUTOMMMYHHTETA.
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Pucynoxk 2. Jlerexkuus GFP MmeTonamu uMMyHOOIOTHHTA U (PITyOPOMETPHH.

(A) UmmynoOnotuHr skctpaktoB aucTbeB N. Benthamiana uepe3 4 nHA, mociie MHBEKIUH
KJIETKaMU arpoOakTepHii, HECYIIMX TeHETUYECKUE KOHCTPYKIMH JJIS MPOBEPKH CYIPECCOPHOM
akTHHOCTH OenkoB 3' obmactu XBII;

(B) ®yopomerpus skcTpakToB auctheB N. Benthamiana depes 5, 6 u 7 nHei nociie HHbEKIUH
KJIETOK arpoOakTepuil, HECYUIMX TE€HEeTHYEeCKHE KOHCTPYKIMH JIs NPOBEPKH CYIPECCOPHOM
akTuHOCTH OenkoB 3' o6mactu XBILI.

(B) ®ayopomerpus sxcTpakToB suctbeB GFP-tpancrennoit N. benthamiana (nmuuust 16 ¢) uepes
14 nHeil mocie MHBEKIUH KJIETOK arpoOakTepuii, TpaHCHOPMHPOBAHHBIX PEKOMOMHAHTHOU
TUTa3MuI01, Hecyer koHcTpykimto ShVX-ORF2.

®nyopecuentHoiii criektpomerp LS 55, PerkinElmer. 3nauenus cBeToBOro mnoTroka mpu
otHouiennu Exctitation/ Emission = 395/509, 0003Ha4eHbI )KUPHBIM HIPU(TOM.
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3. lonasyenue 3xkcnpeccun paxkropoB PHK-caiinencunra
npu penpoaykunu XBII

OuroBupycHas MH(EKIHS B PACTEHUSAX SIBISETCS MOLIHBIM SK30T€HHBIM HHIYKTOPOM
PHK-unTepdepenm — 3¢ (hekTuBHOr0 MeXaHu3Ma aHTU(PUPYCHOTO (PUTOUMMYHHUTETA.

JlanHbIe, MOTyYEeHHBIE B HACTOAIIEH padoTe, Jal0T OCHOBAaHUS Mpemonarats, 4to XBIII
YCIIEUIHO PENpOAYLHPYETCsl B OTCYTCTBHM COOCTBEHHOTO AaKTHBHOTO Oenka-cyrpeccopa H,
CJIeIOBaTENIbHO, MpeojaoJieBaeT UMMYHHBIN Oapbep PHK-caiineHcuHra ¢ moMornipio Kakux-TO
MHBIX MOJICKYJISIPHBIX MEXaHU3MOB.

B mnacrosmeit pabore Obula mMoOcCTaBieHa 3aJada SKCIEPUMEHTAIBHOM IPOBEPKU
runoressl, cornacHo koropor XBII mpenorBpamaer PHK-caitnencuHr B pesyJibrate
crenuGUIecKkoro MHrHOUpOBaHMS TPAHCKPHIIIUK T'€HOB maiicep-momooHsix OenkoB (DCL) u
PHK-3aBucumoii PHK momumepase (RDR), uto mpesmonaraer cpaBHUTEIBHOE HCCIICAOBAHHE
YpOBHEH MPEJICTaBICHHOCTH COOTBETCTBYIOLIUX TPAHCKPHUIITOB B KOPHSX U JTUCTHSIX 3/I0POBBIX U
uH¢puuuposanubix XBIII pactennii manora.

Jlo mpoBeneHHs HACTOSILIErO HCCIeNOBaHUS Kakas-muOo uHdopMmaius 00 YpOBHSX
aKcnpeccun JgaHHbIX OenkoB Allium cepa var. aggregatum G. Don B MupoBOW Hay4HOIt
JUTEepaType OTCyTCTBOBAA.

Ha nepBom sTare paboThl OCHOBHYIO 33a4y UACHTU(DUKAINHU Jalicep-TIOA00HBIX OSTKOB
[I1aJI0Ta B HACTOSIIIEM MCCIEAOBAHUU MPEINOIarajioch PeliuTh C MOMOIIbIO TUATHOCTHYECKHUX
paiiMepoB, COOTBETCTBYIOUIMX KOHCEPBAaTHBHBIM yYacTKaM I'€HOMHBIX IOCIEA0BaTEIbHOCTEN
DCL - 6enkoB apabumorncuca.

B Hammx »sKcrnepuMeHTax, € IMOMOIIBIO YKa3aHHBIX IpaiMepoB, ObUIM HaJIEXKHO
uaentuduuupoansl DCL-6enku 1-4 B pacTeHUsIX apabuaoncuca, OJHaAKO MPUMEHEHUE UX Ha
anepuor JJHK wmm k/IHK manora oxazanoch Oe3ycnemiHbiM. AMIUIMKOHBI MO0 HE
CHUHTE3MPOBAJIHCH BOBCE, TMOO MPOAYKTHI peaKLMU HE 00J1alany CKOJIbKO-HUOY/Ib BBIPAXKEHHON
TOMOJIOTHEN ¢ Ioce0BaTeNbHOCTAME, Koaupytomumu DCL-6enku 1-4.

MpbI MHTEpHpPETUPOBATIN STH JaHHBIE KaK CBUACTEIHCTBO BBIPAKEHHOW TUBEPTEeHIINU
renoB DCL-6enkoB A. thaliana u Allium cepa var. aggregatum G. Don.

B cBs3u ¢ 3TUM MBI NIPEANPUHSIIN TOMBITKY TOJJOUTH K PEIICHUIO CTOSIIEH Mepea HaMu
3anaum, ucnonb3ys Oaszy manHbix GarlicESTdb, comepxamyto mnpopmanuto o 21,595 EST
(Expressed Sequence Tags) — mocnemoBatensHocTax Allium sativum. Hcmons3oBanue B
AQHAJIOTWYHBIX HeNsax 0a3bl manHbix mo Allium cepa conepikaineit 3HaAYUTETFHO MEHBILIEE YHCIIO
EST-nocnenoBarenbHOCTEH, OKa3an0och 0€3yCHEIIHBIM.

B pesynbrare stoii pabotel u3 6a3bl gaHHbIXx GarlicESTdb 6wsutn BeiOpanst Tpu EST-
nocnenoBarenbHocTH: EPPO0SKGAA12S003959 (783 bp), EPPO04KGAA12S004834 (679 bp)
u EPPO004KGAA125005240 (675bp). Bce oHu coxmepkanu 1O OAHOW OTKPHITOW pamke
CUMTBHIBAHUS, M CTEMEHb TOMOJIOTHH, TPAHCIUPYEMBIX C JTHX HOCJIEI0BATEIbHOCTEN
noymnenTuaoB ¢ padnuuabiMu DCL-0enkamu apabupjornicuca, puca W TOIOJS BapbUpoBaia B
npenenax 60-70%. IIpu 3TOM COOTBETCTBYIOUIMI KOMITBIOTEPHBIH aHAJIM3 BBIIBHII B COCTaBE
MCCIIeYEeMbIX TONMMMNENTHAHBIX Meneil xapakTepHbie st Monekynsl DCL-0enka dsRNA bind,
PAZ u RIBOc (RNase IIla u RNase I1Ib) nomeHsI.

Pa3paboranHble Ha OCHOBE MOJIy4eHHOH HH(OpManuu HpaiMepbl, COOTBETCTBYIOLINE
ydacTkaM Tpex BeiOpaHHbIX EST-mocnenoBarensHoCTe!, OBLTH UCIIONB30BaHBI AJIs AadbHEHIIeH
paboThI C TPAHCKPUIITOMOM IIAJIOTA.

AMITTUKOHBI, TOJTYYEHHBIE MPU MPOBEACHUN OOPATHON TPAHCKPUIIIIUY M TOIUMEPa3HOU
LHeNHOW peakuuu C JaHHBIMH [paliMepaMH, SKCTparupoBajld M3 TeJs, OYMILAIM U
CEKBEHHUPOBAJIN.
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KoMnbroTepHblii aHamu3 MOJMYYEHHBIX ITOCIIEIOBATEIbHOCTEN HE BBIBWI 3aMETHOU
TOMOJIOTHH ¢ TipejacTaBieHHbIMUA B 0a3zax manHbix NCBI mocnemoBarensHOcTssMu DCL uHBIX
BUJIOB, B TO )K€ BpeMsl TPAHCIUPYEMbIE C 3TUX MOCIEA0BATEIBHOCTEH MOIUMIENTU Bl 00Ia1aIu
BBICOKUM YPOBHEM TOMOJIOTHM CO BCEMH pPAaCTUTEIBHBIMU Jaiicep-TIOAOOHBIMH OelKkaMu U
HanbonbmM (81%) - ¢ DCL-6enkamu Tomostst (Populus trichocarpa).

[Ipu >TOM aMUHOKHCIOTHBIE IMOCITEIOBATEIBHOCTH BCEX TPEX MOJUIENTHAOB HE ObLIH
UJECHTUYHBIMH, B TOXKE BpEMs B CTPYKTYpPE KaXKIOro MPUCYTCTBOBAIM PA3IMYHbIC, XapAKTEPHbIE
1utst Mosiekyiel DCL- 6enkoB qoMensl (dsRNA bind, PAZ umu RIBOc).

Takum o00pa3oM, BHepBbIE MPEACTABICHO J0KA3aTENbCTBO ASKCIPECCHM B PACTEHUSX
1I1aJI0Ta HYKJIEOTUIHBIX MOCIEI0BATEIbHOCTEN, KOJUPYIOLMX TPU JIOMEHA Pa3IM4HbIX JaKncep-
noOOHBIX OENKOB; KpOME TOro, MpEJCTAaBIICEHHbIE JAaHHBIE MO3BOJIAIOT CHAETIaThb BBIBOJ O
BBICOKOH CTENEHM JMBEPIreHLNN Jaiicep-11oJ0OHbIX OEJIKOB apabuoncuca U psaa Ipyrux BUJIOB
otnocurensHo Allium cepa var. aggregatum G. Don.

[Ipu npenTUgUKaIMKM HYKICOTUIHBIX MTOCIEI0BATEILHOCTEH, Koaupyommx o6enku RDR
B pacTEHHUSX IIaJloTa, MCMHOJIB30BAICS IMOAXOJ, amnpoOMPOBAHHBI HaMu I TOHUCKA
HYKJIEOTHAHBIX nocienoBarenbHocTeid DCL. AHanOruyHbIi METOJ MCIIOJIB30BAJICS IS MTOMCKA
nocienoBarenpHocTH 18s PHK manora.

C ucnonbe3oBanuem 0a3 nanueix NCBI Allium cepa ESTdb (taxid:4679) u NCBI Allium
sativum ESTdb (taxid:4682) Owputu BbiOpansl EST-mocnenoBarenbHOCTH, CTEEHb T'OMOJIOTUU
KOTOpPBIX C pa3IM4HbIMM IocieAoBarenbHOCTAMU  pacturenbHelx RDR - (EST677423,
EST683932, EST672667) u 18s PHK (EST682433, 687635) Bapbuponaina B npeaenax 70-90%.

Komnberorepupii  ananu3 mnocnenosarenpHocTed k-JIHK mamora, mnonydeHHBIX C
npaiiMepamMu pa3paOOTaHHBIMH Ha OCHOBE YCTaHOBIEHHBIX EST-mocaenoBaTeIbHOCTEH, BBISBIII
3aMETHBIN MPOILIEHT TOMOJIOTUH C TIPEACTaBICHHBIMU B 0a3e manHbix NCBI; ns HyKJI€oTHIHbIX
nocaegoBarenbHocTedt RDR cxoacTBo coctaBisuio 67-73%, s 18s rRNA 73-74%.

[TockonbKy OOHapyKEHHbIE B pPaCTEHUSX IIAJIOTa HYKJIEOTHIHBIE MOCIEA0BATEIbHOCTH
KOJMPYIOT MOJIMIENTH/BI, oOJajnarone Haubojee BBICOKUM YpOBHEM romojoruu (>98%) c
RDR6 apabuponcuca u puca, MOXKHO IoOjaraTh, 4TO IOJIydeHHas B pabore uH(popMalus
OTpa)kaeT CUTyaluio MMeHHO ¢ 3TuM kiaccoM PHK-momumepas. Takum oOpa3oM, BrHepBble
IPEJCTaBICHbl  JIOKa3aTelIbCTBA OKCIPECCMM B  PACTEHHMSX  IajJoTa  HYKJICOTHUJHBIX
NocJIe10BaTeNbHOCTEN, KoAUpyomux pacturenbHyto PHK 3aBucumyro nonmumepasy. IIpaiimepst
pa3zpaboTaHHbIe B XOJ€ HACTOALIEH padOThl MOTYT ObITh PEKOMEHJOBAHBI JUIsSl JalbHEUIINX
MOJICKYJIIPHO-OMOJIOTUUECKUX MCCIIEIOBaHUI COOTBETCTBYIOIIUX MocienaoBarenbHoctei Allium
cepa var. aggregatum G. Don.

HccnenoBanue ypoBHEH MpeacTaBIeHHOCTH TPAHCKPUIITOB, kKoaupyomux DCL-6enku u
RDR B nucThsIX MHOUIMPOBAHHBIX PACTEHMH, MPOBOAWIN B IEPHOJ, KOTJa KOHIIEHTpAIUs
BHpYCa JIOCTUrajla CBOEro MakcuMyma (2-3 Heienu Iocie BBICAJKU JIyKOBHI]); B KOPHAX ITOT
napaMmeTp UcClieJoBajii Ha 4-5 JIeHb MOCe BBICAIKU JTYKOBUI] (CTaausl FOBEHWIBHBIX JIUCTHEB) U
3aTeM - yepe3 2 — 3 Hellelu pocTa pacTeHUH.

KonctpynpoBanue mpaitMepoB, UCIIOJIb30BAaHHBIX B HACTOSAIIEH pabOTe P MPOBEICHUN
NOJMMEpa3HONW IIeTHOW peaklUuu B peaJbHOM BpPEMEHM OBUIO OCYIIECTBICHO Ha OCHOBE
YCTaHOBJICHHBIX HaMH mocieaoBateibHocTeit komupyromux DCL, RDR u 18s PHK B Allium
cepa var. aggregatum G. Don., takum oOpa3oMm, 4To OBl pacyeTHBIH pa3Mep aMILTUKOHA
COOTBETCTBOBaJl oNTHUMalbHOMY auano3oHy 100-200bp. Ilpaiimepsl, ammuuduuupyomue
(¢parMeHT  MOCIEeNOBATEIbHOCTH  KOJUPYIOMIEH  JUMMUANCPEHOCAIIMHA  MenTuj,  Obuin
CKOHCTPYHPOBaHbI HEMOCPEJACTBEHHO Ha OCHOBE M3BECTHOM mocienoBareabHocTu LTP 4 manora
(AILTP4, GenBank Accession EF633511).

Ha6op nmpaiiMmepoB reHeprupoBaiu ¢ MOMOIIIbIO Tporpammsel Primer3 v.4.1.0.

Bri6op onTUManbHBIX MpaiMEpOB OCYILECTBISIIM METOJOM TOJIMMEPAa3HOM IEMHOM
pEaKIru Mo KOHEYHOM TOYKE.
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YpoBHM  TPEACTAaBICHHOCTH  TPAHCKPHUIITOB, KOMUPYIOIMIMX  OCTKU-MHIICHH B
uccieayeMbIx obpasuax, onpexaensiin Meronom [P B peambHOM Bpemenu; anroputm delta-
delta CT, xamuOparop — Oe3BUpPYCHBIC CesHIBI IMajgoTa; Hopmanaizep — 18S PHK.
Awmmmndukarop — Lightcycler 96 («Roche Diagnostics GmbH»y, I'epmanust), Habop peareHTOB
SYBR® Green Reagents (OAO «Cunromn», Mocksa).

Kak crnenyer u3 pe3ynbTaToB, MpeaCTaBICHHBIX Ha Puc.3, B KOpHAX WHOUIIUPOBAHHBIX
pacTeHuil manora yxxe Ha 4 AeHb mocie Bbicagku JdykoBull (Puc.3, A) ObUIO BBISBICHO
3HauuTenbHOEe mnoaasieHue skcrpeccun RDR u DCL, u uepe3 nBe Henmenu pocra pacTeHUM
JKCTpeccHsi TEHOB-MHUIIIEHEH OKa3bIBalach MojaBlieHHON momHOocThio (Puc.3, B). B mucThsax
MaKCHUMaJbHBIA ypOBeHB MoaBieHus dkcnpeccun DCL — 6enkoB cocrasisit 40- 60%, Torma kak
ypoBenb 3kcnpeccud RDR cumxkancsa na 98% (Puc.3, B).

Hanpotus, ypoBeHb 3KCIpPECCUU JMIUANEPEHOCSIETr0 NenTuaa 4 B KOPHIX U JHCTBAX
JIByXHEJIeNbHBIX MH(QHUIMPOBAHHBIX pacTeHud manota, B otamure or RDR u DCL, 3ametHo
Bo3pactaet (Puc.3, b u B).

Al B.
KopHH (4-5 1eHB) Kopuu (2 Hege/m)
1
- # L676 - 1A0E00
£ s
= =
E 16 E 160E00
E E
B 14 & 1A0E=00
g £
5 5
s 12 = 120E00
g g
E‘ 1 E 100E=00
E ™
g 08 g §,00E-01
§~ @
= 086 E‘ 6.00E-01
= 5
g 04 E 4,00E-01
£ Z
g 02 g 20EM
000278 o
E , 00006081 [ e i g IATELR LAE 117E0S LSIE10
RDR DCL 3059 DCL 4334 DCLs20 wLTP fA0E - RDR DCL3959  DCL4834  DCLEMO nsLTP
B.

JIHcTRA (2 HeTeTH)

H TeHOB- MEIIeHed

TEHEIT YPOBEHE

FDR DCL 3958 DCL 4834 DCLE240 TP

Pucynok 3. OTHOCHTENbHBIE YPOBHU SKCIIPECCHM T'€HOB-MHUILIEHEH B KOpHIX (A, b) n mucThiIx
(B) pactennii manora B ycioBusix nepcucteHTHoN nHpexun XBIII.

Bupycnas nndexnus BecbMa crielii(UIHBIM M CJIOKHBIM 00pa3oM MOJIUDHUIIUPYET CTPYKTYPY
TPAHCKPUIITOMA BOCTIIPUUMYMBBIX HIIM PE3UCTEHTHBIX K JaHHOMY BHPYCHOMY IITaMMy BHJIOB
pacTeHuii-x0351eB, P 3TOM HU3MEHSETCS YPOBEHb IKCIPECCHU COTEH T€HOB, KOHTPOIUPYIOIINX
KaKk OOYCJIOBIMBAIOIINE AHTUBHPYCHBIH HMMMYHUTET (akTOphl, Tak U Hecrneuuduueckue
(baKTOpHl, B YaCTHOCTH, JTUIHIIIEPEHOCSIIINE TETITHIBI.
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B Hacrosimelt paGote BmepBble onucaH ()EHOMEH IMOAABIECHUS TPAHCKPUIIUU TEHOB
kierounoit PHK-3aBucumoit PHK-nonumepaser 1 DCL-0enkoB B KOpHAX pacTEeHHH IIajoTa B
ycnoBusax nepcucteHTHoM uHpeknuu XBIL. Mbl mpeamonaraeM, 4To CIIOCOOHOCTH BHUpYca
NOJABJIATh 3KCIpeccuio KimoueBblx (akropoB PHK-caiinencunra obecrieunBaeT yCHEHIHYIO
penpoaAyKuUo U GpopmupoBaHue nepcuctenTHoi nHpexkunn XBII B oTCyTCTBUM COOCTBEHHOTO
aKTUBHOTO OeIKa-cyrnpeccopa.

4. TpaHCKPUNIIIHOHHOE PeNPOrpaMMHPOBaHNe
B npouecce nepcucreHTHoi uHpexuun XBII

[Tonyyennble B HacTosmield paboTe pPe3yibTaThl CBUICTEIHCTBOBAIM, YTO HH(MEKLIUS
XBII, comnpspkeHHass ¢ TOJABICHHEM OKCIIPECCHMM [0 MEHbIIeH Mepe ABYX (haKTopoB
caitnencunra (DCL-6enkoB 1 RDR) B KOpHSX U JINCTHSIX MHPUIMPOBAHHBIX PACTEHUH, BIUSACT U
Ha Hecrneuuduueckue ¢GakTOpbl AHTUBUPYCHOTO HMMMYHUTETa, B YAaCTHOCTH JIUIHJI-
NEPEHOCSIINN OEIIOK.

MpbI npeanonoXuiIN, 4TO MEXaHU3MOM, B PE3yJIbTaTeé KOTOPOTO MOTYT HU30HUpaTelbHO
U3MEHATHCS YPOBHU OKCIPECCHUM 3HAYUTEIBHOTO psJia TE€HOB, KOJUPYIOUIMX (PaKTOpBI
AHTUBUPYCHOTO (PUTOMMMYHHUTETA U TaKUM 00pa3oM, crocoOcTByomuM penpoaykiuuu XBII B
OTCYTCTBHUE aKTUBHOT'O Oenka-cynpeccopa, MOKET SIBJIATHCS crenuduueckoe
TPAHCKPUIILIMOHHOE pernporpaMMmupoBanue odycnosieHHoe PTI.

OO0pa3ipl MPOPOCTKOB M JIUCThEB pacTeHuil manora (Allium cepa var. aggregatum G.
Don) pa3MHOXXEHHBIX B yClI0BUAX mepcucTeHTHOl nHdekuu XBII otbupanu depe3 3 cyTok u
yepes 2 HeJleH 10CIIE BbICA/IKH JTyKOBHII.

Jlns ananusa BeiOupanuck reasi-mapkepsl PTI (ARM; RBOHD; EDS5; LOX3; BRI,
SOBIR; CRK4; SERK1; PR1; PR5; NHL10; ACRE31; ACRE132) u npyrue reHbl-MHILICHH,
3aneiicTBoBaHHbIe B aHTUBHpYycHOM ¢uToummyHnutere (DCL; RDR 6; AGO; Tm22; PR6; LTP;
WRKY; TCTP; PIRL; DBP1; CBP60g; GRF6; FRK1).

ITouck HYKJIEOTHAHBIX MOCIEIOBATENBHOCTEH, KOAMUPYIOUIMX TI'OMOJIOTH BBIOPAHHBIX
TE€HOB-MUIIICHEH, B TPAHCKPUIITOME HanboJiee OJU3KOro K manoTy Buaa A. cepa L. mpoBoammm ¢
UCIONIb30BaHueM mporpammbl tblastn m 6a3er manabix TSA NCBI (Transcriptome Shotgun
Assembly,  https://www.ncbi.nlm.nih.gov/genbank/tsa/). =~ CootBeTcTBHEe  OOHApPYKEHHBIX
TPAHCKPHUIITOB UCKOMBIM O€IKaM-roMOJIOTaM yCTaHABIMBAJIN ¢ OMOILBIO IPOTrpaMMel blastx.

YpOBHM  TPEACTAaBICHHOCTH TPAHCKPHUIITOB, KOMUPYIONIMX  OCTIKU-MHIICHH B
HCCIIeyeMbIX 00pasiax, ompeaensiy, kak 3To Obuto omucano ans DCL u RDR, panee, ¢ Tem
OTJMYUEM, YTO B JAHHBIX 3KCIIEPHUMEHTaX HCIOJb30Baauch amrniudukaropbl 7500/7500 Fast
Real-Time PCR Systems («Applied Biosystemsy, CIIIA).

Kak crnenyer u3 moiaydeHHBIX pe3ysibTartoB (puc. 4), B TOH WM WHOH Mepe BHPYCHas
UHQEKIMS BIUSET Ha SKCIPECCUIO BCEX UCCIIEIOBaHHBIX reHoB-MapkepoB PTI, onnako nmpu s3Tom
BBISIBIISICTCSI TPYITIA C OYCHb BBICOKOM DKCIIPECCHE U B TUCTHSIX, M B KOPHSIX HHOUITUPOBAHHBIX
pacrenuii (SOBIR, ARM, PR1, PRS5). CnenoBarensHo, MOXXHO caenaTh BeIBOJ, uTo XBII B
nepuoj, MHUIMUPOBAHUS MHPEKIUU B3aUMOAEHCTByeT ¢ KoMmoHeHTamMu MmexaHusma PTI u B
pesyabTare uHaykimu PTI 3amyckaeTcs nporece TpaHCKPUIIIMOHHOOT'O PEpOrpaMMHUPOBAHUSI.

Ha wnavanpHOM craguum HMHQEKIUMOHHOTO TMpoliecca B HpopocTkax (puc. 5, A)
aKTUBUPOBAJIACh JKCIIPECCHU BCEX T'CHOB-MUILIEHEH ¢akTopoB (urouMMyHuTeTa (32
uckmoueHrneM AGO u PIRL). Uepe3 2 nHexenu MHQEKIUU CUTyalus B LEJIOM H3MEHsIach Ha
IPOTHBOIOJIOKHYIO: B JUCTBSAX MOAABISIACE SKCIPECCUS OOJIBIIMHCTBA T€HOB-MUIIIEHEH, B TOM
yncie Bcex (pakropoB PHK-caitnencunra (Oonee qpyrux — 6eKoB-aproHaBTOB), TPEX MapKEpOB
PTI, NB-LRR penentopoB u 6enkoB CBP60g, KOHTpONMPYIOIIMX CHUHTE3 CaJHIIMIOBOM
KUCIOTHl. Ha 1ocTaToyHO BBICOKOM YpPOBHE MOAAEpKHBaiach skcnpeccus Toibko ACRE132
(mapkepa PTI), nunun-tpancepusix 6enkxoB u komriekca TCTP+GRF6 (puc. 5, b).
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B xopHsx (puc. 6, A, B) HHTHOMpPOBaHKME SKCIPECCUU TCHOB-MUIIICHEH OTMEYAIH y)Ke Ha
HAYaJIbHOW cTaguy MH(EKIIMOHHOTO TpoIlecca, a depe3 2 Heleln MOAABICHHON OKa3bIBaeTCs
y>ke OoJIbIIIast 4yaCTh FTeHOB-MHUILIEHEH, Tpu 3ToM 3kcrpeccusi LTP cHnxkanachk He3HaAYUTENBHO.

A

Log 10 RQ.

ra

[

-1

-1

Log 10 RQ.

2,053

ARM

2,258

ARM

0,396

BRI1

0,118

+

L

BRI1

JIncThA (2 HeleH).

0,316

-0,582

CRE4 EDS5

Kopun (2 Hexenn).

038
-0,502

CRE4 EDS5

1,774
0,448
LOX3 PR1

1,854
0,5 i
LOX3 PR1

3,794

PR3

3,591

FRS

0105 039

REOHD SERKL

0,572

an

RBOHD SERKL

1,027

SOBIR

1,123

SOBIR

Puc 4. TlpencraBieHHOCTh TPAHCKPHUIITOB TeHOB-MapkepoB Pattern-Triggered Immunity
(PTI) B mucthsx (A) u B kopusx (B) pacrenwmii mranmora (Allium cepa var. aggregatum G. Don)
IPH TIEPCUCTEHTHON WH(EKIH X BUPYCOM IIAJI0Ta uepe3 2 HEeIENHU TMOCie BBICAIKH JTyKOBHII:
RQ — Relative Quantification (u3menenus B sxcrpeccun MPHK OTHOCHTENIEHO BETHUMHBI 1S

PHK BHYTpeHHETr0 KOHTPOJIA).
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JIncTea (3 oHA).
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Puc. 5. [IpeacraBiaeHHOCTh TPAHCKPUIITOB T€HOB-MUIIICHUH (PAKTOPOB (PUTOMMMYHUTETA
B HaJ3eMHBIX opraHax pacrenuii mamora (Allium cepa var. aggregatum G. Don) Ha pa3HbIX
craausx uHpeKkun X BUPYCOM MmanoTa: A — mpopocTku (3 CyTOK Mociie BBICAIKH JIYKOBHIT), b
— nucTha (2 Henmenu mocie Bicaaku aykoswil); RQ — Relative Quantification (u3meHeHus B
skcnpeccun MPHK otHocuTenpHO Benmnuunsbl 1ist PHK BHyTpeHHETO KOHTPOIIS).
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Puc. 6. [IpeacraBaeHHOCTh TPAHCKPUIITOB T€HOB-MHUIIICHEH (aKTOPOB (PUTOMMMYHHUTETA
B KopHsx pacrenuit mamora (Allium cepa var. aggregatum G. Don) Ha pasHbIX CTaausxX
uHpeknuu X BUPYCOM mianoTa: A - 3 CyTOK Moclie BbICAAKHU JyKoBwIl, b - 2 Hemenu mocrne
Beicanaku JykoBui; RQ - Relative Quantification (um3menenuss B sxcmpeccun MPHK
OTHOCHUTENIbHO BeuuuHbl 115 PHK BHyTpeHHEro KOHTpOJIs).
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W3 npencraBiieHHBIX pe3yJbTaTOB CIEAYET, YTO B YCIOBHUSAX MEPCUCTEHTHON MH(EKIHUU
XBUI nnaynupyer B KOPHSAX U JUCThSIX pACTEHUN MU30MpATEIIbHOE U3MEHEHUE IKCIIPECCUN psla
T€HOB-MUIIICHEH, BKJIIOYas TeHbl Koaupytomme Oenku-mapkepel PTI,  dakroper PHK-
caitnencunra, NB-LRR penenrtops, numnua-tpanchepnbie Oenku, a Takke Oenkw,
npuHuUMaromue ydactue B perukanuu Bupyca (TCTP-kommiekc), To ectb XBII uaumuupyer
JUHAMHUYECKHH MTPOLIECC TPAHCKPUIILIMOHHOTO PEIPOrPaMMUPOBAHHUS.

[IpoBenenHOe MccaenoOBaHUE TakK K€ MOKa3alo, YTO YPOBEHb 3kcrnpeccuu rena ARM B
UCCIIETyeMO MaTocucTeMe ObUT CYIIECTBEHHO BBIIIE, HEXKETH B O€3BUPYCHBIX PACTCHHSIX.

JlaHHBIN TeH KoAupyeT OeNoK, MPUHUMAIOLIUI ydacTue B Mpolleccax aHTHUBUPYCHOU
kceHoarmn u  PHK-pacmama (RNA-decay), uTo mMO3BOJNIMJIO HaM  MPEAINOIO0XKHThH
WHAYLUUPOBAaHUE MEPCUCTEHTHON BHUPYCHOM HH(EKIHel mporeccoB ayroparud U U3MEHEHUM
TPAHCKPHUIILIMOHHBIX MPOrpaMM dKCIpeccuu psfa ¢axtopoB koHTpois kadectBa PHK (RQC,
RNA Quality Control).

[Mpouecchl ayTodaruu, BKIOYAs IPSIMOE CBSI3bIBAHHE BUPUOHOB M/UITM UX KOMITOHCHTOB,
BHYTPHUKJICTOUHBI TPAHCIOPT 3THUX KOMIUIEKCOB M HX Jerpajalus B JU30COMax, HUIPaOT
NEPBOCTENIEHHYIO POJIb B Pa3BUTUU AaHTUBUPYCHOTO HMMYHHOI'O OTBETA B KUBOTHBIX CHUCTEMaX.
B 10 xe Bpemst dakTopbl ayTodaruu, y4acTBYIOIUE B aHTUBUPYCHOM UMMYHHUTETE PACTECHUH,
M3YYEHbI COBEPIIEHHO HEJIOCTATOYHO.

C npyroii croponsl, B pactenusix PHK-caiinencunr 1 RNA-decay gBnstoTCs KIIFOU€BBIMU
IIPOLIECCAMH, OCYILECTBISIOUMMU KOJIMYECTBEHHBIM M KAayeCTBEHHbIM KOHTPOJIb ITyJia
kieTouHblx uHpopManmonusix PHK. Bo3HuWKHOBeHHE CTPYKTypHO WWIH (PYHKIIMOHAIBHO
nedextHbix Mosiekyn MPHK unayupyer nporiece nmocrrpanckpunimonnoro PHK-caitnencunra,
B TO € BpeMs MOJA00HBIE MOJIEKYJIbI PACIIO3HAIOTCS M YHUUTOXKAIOTCS MPU YYACTHH CIIOKHOTO
KOMIUTIeKca Mexanu3mMoB KoHTpoiis kadectBa PHK (RQC, RNA Quality Control).

[Tockonbky BupycHble PHK o0namaroT psiiom HEOOBIYHBIX, C TOYKH 3pEHHUS KIETKH,
CTPYKTYPHBIX OCOOCHHOCTEH, 3TH MOJIEKYJIbl TaKXke arakylorcs Mmexanumsmamu RNA-decay,
MPEJICTABISIFOIIMMHU, TAKUM 00pa30M MOIIHBIN (paKTOp aHTUBUPYCHOTO UMMYHHTETA.

B nanHo# yacTu pa®OTBl MBI MCCIEI0BAIM M3MEHEHHUS TPAaHCKPUIIMOHHBIX MPOTrpamMm
IKCTIpeccHn KiroueBbiX (aktopos ayrodaruu (VPS15; ATG 2; ATG 3; ATG 4; ATG 5; ATG 6;
ATG 8a; ATG 9; PI3K; UBQ11; NBR1; TRIM41; TRIMS5a; MAPK) u RNA Quality Control
(RRP41; RRP42; RRP43; RRP40; RRP6; CSL4; DCP1; DCP2; SGS3; XRN3; XRN4; UPF1) B
yCIoBHsX nepcucteHTHON nHpekuun XBII.

OO0pa3ipl MPOPOCTKOB M JHUCThEB pacTeHuil manora (Allium cepa var. aggregatum G.
Don) pa3mMHOXeHHBIX B ycloBUsAX nepcucteHTHoN nHdexnun XBII oroupanu yepes 5, 15, 25,
35 u 50 gHel nmociie BBICAAKU JTYKOBULL.

[Tonck HYKICOTUIHBIX MOCIEAOBATEIBHOCTEH, KOAUPYIOUIMX TOMOJIOTH BBIOPAHHBIX
TeHOB-MUIIEHEH!, MPOBOAMIIHN KaK 3TO OBLIO OMUCAHO JUIs FeHOB-MapKepoB PTI.

YpOBHH  TPEACTaBICHHOCTH  TPAHCKPUIITOB, KOAUPYIOUIMX  OEIKU-MUIIEHH B
HCCIIeTyeMbIX 00pasiiax, ompeaesi, kak 3To Obuto onucano ans DCL u RDR, panee, ¢ Tem
OTJMYHEM, YTO B JAHHBIX DKCICPUMEHTAX MCIOIb30BaIKNCh amiutnpukaTopsl QuantStudio
(«Applied Biosystemsy, CIIIA).

Haubonee BbIpaXXeHHBIM peE3yJIbTATOM HW3MEHEHHS TPAHCKPUIIIMOHHBIX MPOTrpamMm
sKcnpeccu  (akTopoB ayrodaruu B HCCIEIYyeMOW CHCTEME SBISETCS CYIIECTBEHHOE
yBenudeHus dKkcrpeccun Atg8a m NBR1— kmroueBsix (hakTopoB hopmupoBanus ayrodharocom
(Puc.7).

Taxxxe  HaOmrOgaeTcs  CYIIECTBEHHOE  YBEJIMYEHHE  YPOBHEW  JKCIPECCHH
nexsnmnupytomiero gakropa DCP1 u XRN4 (5°-3’ — sk30prOOHYyKII€a3bl), MPEICTaBISAIONIETO
coboii momHbIH SHIOreHHBIM cynpeccop PHK-caiinencunra. Ilpm sTOoM  3Kcmpeccus
KJIACCUYECKOT'0 3HJOTEHHOIro cympeccopa caiiencuHra — SGS3, mociie HEe3HAUYUTENbHOTO
MOBBIIIECHHS], CYLIECTBEHHO MOIaBIIAETCS.
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OnHoBpeMeHHO HaOmrogaeTcsi pe3koe monaBieHue Hkcrnpeccun CSL4 —  3-5'—
9K30puOOHYyKIIea3bl. B muToruasme 3TOT (akTop ydacTByeT B Hpolecce CHeru(puuecKoi
nerpaganu monekyn MPHK, comepxamux ARES (AU-rich elements) B cocrase 3'-
HETPaHCIUPYEMOM NOCIIEA0BATENbHOCTH.

Yposens skcnpeccun UPF-1- PHK-xenmukassueiii komiuiekca (UPF-1 uHTepakToMm)
y4acTBYIOLIETO B peaiau3auuud ojgHoro u3 MexanusMoB RQC, a uMEHHO HOHCEHC-
onocpenoBanHoro pacrnaga PHK (nonsense-mediated decay (NMD)) nummbs B He3HAYMTEIbHON
CTETIEHU TMOJBEpraeTcs BIUSHUIO BUPYCHOM wuHbekmuu. Ilo-Buaumomy, B mporecce
MEePCUCTEHTHON BUpycHOM wuHpeknuu xapaktep dkcnpeccun UPF-1-PHK-xenuka3znoro
kommiekca (UPF-1 wuwHTepakTOMa) KakuM OBl TO HHM OBUIO KOpPAMHAJIBHBIM 00Opa3oM He
WU3MEHSETCS, 32 MCKIIOYCHHEM YHHUBEpPCaIbHBIX nekanmupytomux ¢akropos DCP1 u DCP2,
yuacTByIOIIHMX Bo Beex mporieccax RQC (Puc.8).

Bepositho, B mcciemyeMoii marocucteMe mporece nonsense-mediated decay (NMD)
a00 HE MPUHMMAET YYacTHsl B pacno3HaBaHWU M jaerpagauuu BupycHbix PHK, mmbo ero
ydacTue He TpeOyeT yBeIUUeHUs yPOBHEN KCIPECCUH IIEMEHTOB 3TOTO KOMILJIEKCA.

B mpomecce nmaHHOro wWcciemnoBaHUs OBLITM OOHAPYXKCHBI W HUACHTH(DHIIMPOBAHBI
TPAHCKPHUIITHI, KoJIupyrolme Komiuiekc dakropoB aytodaruun u RNA-decay B pacTeHmsix
mIajgoTa, CO3JaHa CHUCTeMa CHenu(UIECKUX MpaiiMepoB, MO3BOJISIOUIMX OIPENENIATh yYPOBHU
MPEJICTABICHHOCTH YKa3aHHBIX TPAaHCKPUITOB-MUIIECHUI METOIOM MOJIMMEPa3HOM IEMHON
peakuu B pPEaTbHOM BPEMEHH, OIPEICIICHbl YPOBHH NPEACTABICHHOCTH TPAHCKPHIITOB,
kogupytonmx ©Oa3oBble (akTopsl ayroparun u RQC Ha pa3HbIX 3Tamax MEPCUCTEHTHOMN
BUPYCHOHM MH(EKINHU IIaI0Ta.

Pe3ynbTarhl, monmyueHHBbIE B HACTOAILIEH paboTe, CBUICTENBCTBYIOT O TOM, YTO
TOJIEpaHTHAsl peaklys PacTeHMH IIanoTa B YCIOBUSAX NEPCUCTEHTHOW BHUPYCHOM HH(EKIUU
cnenupuyeckuM 00pa3oM CONpsDKEHA C HW3MEHEHUSMU TPaHCKPUIIMOHHBIX MpPOTrpamMm
sKcTIpeccrur 0a30BBIX (PAaKTOPOB BPOKIACHHON MMMYHHOU CHCTEMBI.

B pesynbTare peanuszaiuu pelenTOPHBIX U CUTHAIBHBIX (YHKIHUH, MpUCYIUX (aKkTopam
(UTOMMMYHHUTETA, B PACTEHUSX aKTHBUPYIOTCS MHOTOUYHMCIICHHBIE M Pa3HOOOpa3HbIe UMMYHHBIE
peakuuu, B To yucie PHK-caitnencunr, mexanusmsl aytoparuu u RQC.

Mpbr nosmaraem, 4to uHAYKIMs PTl u 00ycioBieHHOE STUM TPAHCKPUIIIMOHHOE
penporpaMMHUpOBaHUE SBISIOTCS MexaHu3Mamu, oomumu 11s Bcex PHK-comepikaiux Bupycos.

JlanpHele  MCCIEeNOBaHUS  MOJIEKYJSIPHBIX ~ MEXaHM3MOB,  OOYCJIOBIMBAIOLINX
COCTOSTHUE TOJICPAHTHOCTH PACTEHUI K BUPYCHOW WH(EKIHNU, TO3BOJAT BBISICHUTH, KaK STH
IpOIECCHl  MOTYT OBITh TEepEenpOrpaMMHUPOBAHBl C MENbI0 KOHCTPYHPOBaHHS (GOPM C.-X.
pacTeHui, HaxOJAUIMXCS BO  B3aUMOBBITOJHBIX  CHUMOHMOTHYECKHMX  OTHOUICHHSIX C
WHOUITUPYIONUMHI X BUPYCaMHU.
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Puc. 7. OTHOCHTEIBHBIE YPOBHU dKCTIpeccur (PakTOpPOB ayTo(haruu B JIUCThSIX PACTEHUH MIAI0Ta
urduimpoBanubeix XBII: A — NBR1, ATG 3-6, 8a; b — ATG2 & 9, PI3K, TRIM41 & 5alpha,
MAPK. Ha ocu aGcruce yka3aHsl THU TTOciie Beicaaku JykoBuil. RQ: Ralative Quantity.
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Puc. 8. OtHOCuTeNnbHBIE ypoBHU 3Kcmpeccud ¢GakTopoB RQC B JHCTBSIX WHOHUITUPOBAHHBIX
pactenwmii manota: A — RRP 6, 41, 42, DCP 1 & 2, XRN4;

b — RRP 40 & 43, CSL4, SGS3, XRN3, UPF1. Ha ocu abcrucc yka3aHbl JJHH TOCIIE BBICAIKH
nykoswuil. RQ: Ralative Quantity.
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5. Penpoaykuus X BHpYyca 1IAJ0TA B YeCHOKeE

B Poccun mnpoaykTuBHas penpoAykuuss X BHpyca IIanoTa, HaOMroganach TOJIbKO B
pactenusx Allium cepa var. aggregatum G. Don u B JuTeparype HE BCTPEYAIOCh COOOIICHUH O
penponykuun XBIII B nHBIX Buaax pacteHuil. B Haliem nccien0oBaHUU MPEACTABIICHBI JaHHBIE,
MoATBEp KaatonMe Haauuue BupruoHoB XBII B uecHoke.

JIuctes TpuaLaTH 00pa3IOB pacTeHUH YecHOKa, Kak OeccuMnToMHBIX (10), Tak U ¢ ABHO
BbIpaXXeHHBIMU cuMnToMamMu (20) (XJIOPOTHYECKHE IMOJIOCHI M CKPYYMBAHHE JIMCTHEB), ObLIN
coOpansl B wutone 2015 roga B CENbCKOXO3SIMCTBEHHBIX IOcCagkax Ajay3H, IpPOBUHIUSA
Yumbopaco (Alausi, Chimborazo Province). CeMHamuaTe W3 TpUILATH OOpa3lloB YECHOKA,
nporectupoBanHbix MetogoM Congsuu-ELISA  (double antibody sandwich ELISA) c
ucrnonb3oBanueM aHTuTen Kk ShVX (DSMZ AS-1042), nmokaszaiy MOJOXKHUTEIBHYIO PEaKIHIO,
IPY 3TOM TPUHAIIATh OOBEKTOB U3 00pa3LOB ¢ MOJOXKUTEeNbHON peaknueld ELISA mokasbiBanu
M3HAYaJIbHO CUMIITOMBI BUPYCHON HH(EKIUU.

N3 100 Mr naucToBOoro marepualia JeCATH PACTEHHM, ONPEICIICHHBIX KaK 3apa)KeHHBIC
IpeblayIneM MeToAoM, Bbiaensan totansHyio PHK ¢ ucnonb3zoBannem moauduunpoBaHHOTO
npotokoia Trizol (Invitrogen, CIIIA) u amamuszupoBanu merogom OT-IILP Ha Haymuue reHoma
ShvX.

IIpu nocranoske I[P ncnonp30Baiivch BBIPOKIEHHBIE IIPAUMEDPBI:

IAV-F: 5-CYGCTAAGCTATATGCTGAARGG-3'
IAV-R: 5-TGTTRCAARGTAAGTTTAGYAATATCAACA-3".
[TomyyeH aMIIMKOH 0H1aeMoro pazmepa okosio 200 map OCHOBaHHUM.

JononautensHyo aerektupytomyro [P mpoBoawim ¢ MCHONb30BaHUEM CHUKBEHC-
cnenupuyeckux npaimMepoB, pa3pabOTaHHbBIX 1 aMIUTUUKaluu QparMeHTa, pa3MepoM OKOJIO
910 map ocHoBanuit SHVX, BKIFOUaIONIEro reH 0eKa 000I09KH:

ShVX-CPF: 5-ATTTAGGGGTGAAGGTCTGT-3';
ShVX-CPR: 5-GAGTTTTGAGGTCGTTGG-3".

AMIUTMKOHBI  OBITM  HEMOCPEICTBEHHO CEKBEHHpOBaHbl U3 mpoayktoB 1P wu
nenonupoBanbl B renOank (KY012791).

DkBagopckuit  m3omar  ShVX  mokazan  94%  WAECHTHYHOCTH  HYKIJICOTHIHOM
MoCJIeIoBaTeIbHOCTH ¢ poccuiickuM wm3oisarom SHVX (JX310755.1) u ot 92 no 94% c
HoBoO3emanackumu u3onsramu ShVX (EU835197.1, EU835196.1).

Hcxons v3 momydeHHBIX pe3ysbTaToB BIIEPBbIE B MUPOBOM JHMTEpaType MOATBEPIKIECHO
npucyrcteue XBIIl B DxBagope M ero pemnpoayKIMM B MECTHBIX CEIbCKOXO03MCTBEHHBIX
KyJbTypax 4YeCHOKA.
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BbIBO/IbI

1. YcraHoBieHo, uyTo (QyHKIIMOHANBHBIE Moy BupycHoro PHK-renoma XBIII moryT
UCHBITHIBATh ~ HEOJMHAKOBOE JaBICHHE €CTECTBEHHOIO OTOOpa M, KakK CJIEACTBHUE,
SBOJIIOLIMOHUPOBATE C Pa3HOU CKOPOCTBIO.

2. CpaBHeHHME TONy4YeHHOW mocienoBaTenbHOCTH TeHoma XBII ¢ omyGnukoBaHHOMN
paHee IOCIEAOBATEIbHOCTBIO POJUTEIBCKOIO M30JITa, I10KAa3aJl0, 4YTO Ppa3iIndus MEexXay
pOOUTENbCKUM M JouepHUM u3oasaTamu XBII sBiAroTCS pe3ynbTaToM  aJanTallMOHHBIX
W3MEHEHHUH, IPOU3O0IIEIINX B BAPYCHOM I'€HOME.

3. Ilokazano, uro XBIII, no-BugumMomMy, penpoayLUpyeTcsi B pacTEHHUSAX IIajgoTa B
OTCYTCTBUM COOCTBEHHOI'0 aKTUBHOTO Oenka-cynpeccopa PHK caiinencunra.

4. Ilpm wuccnenoBaHUM JIOKAJIBHOTO CaNJIEHCHHIAa YCTAHOBJIEHO YTO, HU OJUH U3
npotectupoBaHHbIX 6enkoB XBIII He 061aaeT cynpeccopHoil aKTHBHOCTBIO.

5. B skcnepuMeHTax Mo U3y4eHHI0 CUCTEMHOr0 CalJIeHCHHIa IOKa3aHo, YTO B OTJIWYHE
OT CBOMX MOTEKC- U KapiaBupycHoro romonioroB, TGBpl Genoxk XBII (ORF2) ne unrubupyer
taxke 1 cucreMHblii PHK - caitsieHcHHTr.

6. Bnepsble mpencTaBiIeHO J0OKA3aTEIbCTBO HKCIPECCHM B PACTEHHAX IIAJIOTA
HYKJICOTHJHBIX IIOCJEI0BATEIbHOCTEH, KOAMPYIOIIUX TpU JIOMEHAa pa3JIMYHBIX Jaiicep-
nonobueix 6enkos, PHK-3aBucumyro PHK-nonumepasy u 18s PHK.

7. IlpencraBieHHbIE JaHHbIE YKa3bIBalOT Ha BBICOKYIO CTEIEHb JMBEPIEeHLUHU Aaiicep-
noJ00HBIX OeNKOB apaOuioncuca U psaa Apyrux BUAOB, C OJHOM CTOPOHBI, U pacTeHHH pona
Allium, ¢ npyroii.

8. bbun oOHapyskeHbl U HUICHTU(UIMPOBAHBI TPAHCKPUITHI, KOAUPYIOIINE KOMIUIEKC
dakropoB yuacTByrommx B mporeccax PTI, ayroparun, 1 RQC B pacTreHusx manora, co3maHa
cucreMa creuu(puyeckux MnpailMepoB, MO3BOJSIOIIMX ONPEIENSATh YPOBHHU MPEACTaBICHHOCTH
YKa3aHHBIX TPAHCKPUIITOB-MUIIEHEH METOJOM IIOJIMMEPA3HON LENHOW pEaKkIUu B PEATbBHOM
BpPEMEHH.

9. VYcnemrHas penpoaykims u popmupoBanue nepcucteHtHON nHbekimu XBI B Allium
cepa var. aggregatum G. Don, BeposTHO, 00yCIIOBIIEHBI CIOCOOHOCTBIO BUPYCA MOJHOCTHIO WU
YaCTUYHO H3MEHATH JKCIPECCUI0 OENKOB, 3a/eWCTBOBAaHHBIX B OOECHEUYEHWU AHTUBHPYCHOIO
¢uroummynurera. IlonaBnenue »skcmpeccun kiodeBbix (¢aktopoB PHK-caiinencunra B
MH(QUIUPOBAHHBIX PACTEHUSX U, KOHTPOJIMPYEMOE BO BPEMEHHM, H30MpaTebHOE H3MEHEHUE
YPOBHEW 3KCIIpecCUU psijia TeHOB-MHILIEHEW, KOJUPYIOIUX ApYrue (GakTopbl aHTUBHPYCHOTO
¢uTonMMyHUTETA, 00YCIIOBIEHO UHAYKIIMENH BUpycoM npouecca PTI.

10. ITokazana penponykuus XBII B yecHOKe.
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Cnucok padoT, ony0JJMKOBAHHBIX 10 TeMe QUCCePTANUN

CraTbH B pelieH3UpYEMBbIX HAyYHBIX XKypHajax, pekomenaoBaHnHbix BAK MunoOpuayku P®:
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