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BBEJIEHHUE

AKTYaJIbLHOCTb TEMBI

PacteHust mOCTOSIHHO MOABEPralOTCsl aTakaM CO CTOPOHBI Pa3HOOOPa3HbIX
BHUPYCHBIX [TATOT'€HOB U PEArupyroT Ha 3TH aTAKH, UCIIOJIb3YS CJI0KHO YCTPOESHHYIO
UMMYHHYIO0 cuctemy. Jlo HemaBHero BpeMEHM B JMTepaType HabIroaanach
TEHJCHIIUA pacCMaTpUBaTh B KadyeCTBE TIJIABHOTO (pakTopa aHTHUBHUPYCHOTO
¢utonmmynutera PHK-caiinencunr. B nociennee BpeMs nosBiisieTcst Bce OOTbIIIE
JAHHBIX TO3BOJISIOLIUX CUUTATh, UTO B PACTUTEIBHOMN KIIETKE (PYHKIIMOHUPYIOT, IO
MEHBIIIEN Mepe, 1Ba AaHTUBUPYCHBIX MMMYHHBIX MEXaHN3Ma, ''3aIlyCKaeMbIX' MpU
yuactuu aBynenodednbix BupycHoix PHK — PHK-caiinencunr u PTI. IIpouecc PTI
(pattern  triggered immunity — maTTEepH-aKTUBHUPOBAHHBI HMMMYHHTET)
WHULMUPYETCSI B pe3yJibTaTe CHeuu(pPUUecKoro y3HaBaHUS JBYLENOYEYHBIX
BupycHbix PHK, sBistomnxcs MOJEKYyJISpHBIMU NATTEPHAMU, HA HACTOSIIUN
MOMEHT HEU3BECTHBIMH KJIETOYHBIMH PELENTOPAMH, JIOKAJU30BAHHBIMU Ha
MJa3MeHHONW MeMmOpaHe pacTuTelnbHOM KkieTku. B cBowo ouepenb, PHK-
CAlJICHCHHT TPEACTAaBISIET cO00M OO0YCIOBIEHHBIN TOMOJIOTHEH HYKJICOTHIHBIX
MOCJIEIOBATEIBHOCTEH SIUT€HETUYECKU MEXaHU3M MHAKTUBALUA BHUPYCHBIX
I€HOB, MHIYKTOPOM KacKaJa peakUuid KOTOPOIo SBISIOTCS PEIJIMKATHBHBIC
(zByuenoveunsie) ¢opmbl BupycHbix PHK, a kmroueBbiMu (akTopamu naiicep-
nonoonHbIe 6enku (DCL), apronastel (AGO) u PHK 3aBucumas PHK-mommmepasa
(RDR).

HccnenoBanue B3aMMOJEHCTBUS TAHHBIX MOJIEKYJISIPHBIX MPOIIECCOB MEXKIY
co00ii U BIMSHUSA BUPYCHOTO MAaTOT€HA HAa 3TO B3aUMOJACHCTBHE, MPEICTABIACTCS
aKkTyaslbHbIM. [loHMMaHUE MOJEKYJIAPHBIX MEXaHU3MOB, OOYCIOBIMBAIOIINX
COCTOSIHHE TOJIEPAHTHOCTH PACTEHHUH K BUPYCHON MH(EKIUU, TTO3BOJIUT BBISICHUTD,
KaK 3TH MPOLIECCHI MOTYT OBITh IEPENPOrPaAMMUPOBAHBI C II€JIbI0O KOHCTPYHPOBAHHUS
bopM CeNbCKOXO3SIICTBEHHBIX PACTEHUM, HAXOMSIIUXCS BO B3aWMOBBITOJIHBIX

CUMOMOTHYCCKUX OTHOIICHHSX C I/IH(I)I/IHI/IPYIOH_II/IMI/I HUX BUPYCaMU.



B xauecTBe MoAeNM NpH pEICHUH IOCTABJIEHHOM 3a/1a4X Mbl HCIIOJIb30BaJIN
nepcucTeHTHy1o nHpexnuio X Bupyca manota (XBII), TumoBoro mpeacraButens
HOBOTO pPoJia AJNICKCUBUPYCOB, B pacteHusx Buaa Allium cepa var. aggregatum G.
Don sBasiomuMcs HOBBIM M JIO HACTOSIIIETO MCCIENOBAHUS, CUMTABIIETOCS
€IMHCTBEHHBIM BOCHPUUMYHUBBIM X035iMHOM XBIII.

Bupyc nepemaercs kienem Aceria tulipae. Bupnon — HuteBuanbId. ['eHOM
npejacTaBiser coboit onmHouenoueunyto PHK (+) momsprocTH, coaepikaliyro
IECTh OTKPBITBIX PaMOK CYMUTHIBAHUA, KOAWPYIOIIMX. BUPYCHYIO PEILUIMKA3Y,
Oenku, roMosioruunbie TpaHcnopTHeIM O6esikam THI'1 u ThI™2 MHOTrMX HUTEBUTHBIX
U TAJOYKOBHJIHBIX BUPYCOB PacTeHHUH, YHUKAIbHBIA O€JIOK p42, KanCUAHBIA U
[IUCTENH-00raThIil OCIIKH.

Cy11iecTBEHHYIO pOjib B BUJI000Pa30BaHUU, TO €CTh NMPUIAHUIO BUPYCHOMY
OpraHuW3My €ro YHUKaJIbHBIX CBONCTB urparoT TakcoHcnerupuunsie (ORFan)
O€JIKM, BO3HUKAIOIIME B PE3yJbTaTe JJIUTEIBHOTO MPOIEcca IBOIIOLUM ITyTEM
OJIMHOYHBIX 3aMEH, CABUTA PAMKH CUMTHIBAHUS, JTMOO MHTEHCUBHBIX MyTaIlui, B
OTBET Ha TpeOOBaHUE MPUCTIOCOOUTCS K UBMEHEHHSIM YCIIOBUM CPEJIbI.

Jlnst X BUpyca ImIajnoTa TakuM SIBISIETCS TaKCOHCTenuuunbiii 6emnok p42.
HykneotuaHas nmociie1oBaTelIbHOCTh, KOAUpYyomas p42, He UMEET TOMOJIOTOB 3a
MpeesiaMu PoJia U SBIISIETCS MOJIEKYJIIPHOW CUTHATYPOU aJl€KCUBUPYCOB.

[Tomumo Poccumn, XBII B Hactosimee Bpemsi oOHapyxkeH B ['epmanuw,
lNommanauu, Uunuu, HoBoit 3enanauu, CyJgaHne U B HACTOSILEM MCCIIEIOBAaHUU B
DKBajgope.

Penponykmus ucciemyeMoro B HacTosieid paboTe POCCHICKOTO ITamMMma
XBII nmopaepxkuBajach B BETETATUBHO PAa3MHOKAEMBIX PACTEHUSAX IIAJIOTA B
teuenue 20 ner.

[IpencraBnseTca axkTyajdbHbIM M3YYEHHE WM3MEHEHHM, KOTOPBIE MOTJIH
MPOM30UTH B BUPYCHOM T'€HOME B MIPOLECCE JIUTEIBHON alafTallui K YCIOBUSIM
Pa3MHOXKEHUS B HOBOM XO35IMHE, MMO3BOJISIIOIINAX BUPYCY YCIEIIHO IPOTUBOCTOATh

BPOXKJICHHOMY UMMYHHUTETY PACTCHHIA.



XoTs1 OOLIENPUHATHIM SIBJISIETCSl MPEACTABICHUE O TOM, YTO B YCIIOBUSX
¢yukumonupoBanust PHK-calinencunra kiroueByl0 pojib B 00€CIIEUEHHUH
YCHEIHOW penpoAyKIMU (PUTOBUPYCOB UTPAIOT BUPYCHBIE OENKH-CYIIPECCOPHI, B
XOZI€ HACTOALIETO HCCIIEIOBAaHUS YCTAHOBJIEHO OTCYTCTBUE CYIPECCOPHOM
aKTUBHOCTU OenkoB, koaupyeMbix reHoMoM XBII. CrenoBatensHo, BUpYC
IIPEOJI0JIEBAET MMMYHHBIA Oapbep CaMJICHCHMHIAa € MOMOIIBIO KaKHX-TO HHBIX
MEXaHU3MOB. B KkauecTBE OCHOBHOI T'MIIOTE3bl Mbl MPEANOIOKWINA, YTO TaKUM
MEXaHU3MOM MOKET ObITh HWHAYKUUsA BUpycoM PTl wu, kak cruexacrsue,
cielupuueckoe TPAHCKPUIILMOHHOE pPENpPOrpaMMHpPOBAaHUE, TPUBOASAIINE K

IMOJaBJICHUIO SKCIIPCCCHUH KIIFOUCBBIX (1)aKTOpOB (bPITOI/IMMYHI/ITCTa.

CreneHnb pa3padOTaHHOCTH

B 1971r., mokasaHa BO3MOXXHOCTH mepemaun kiemoMm Aceria tulipae
HEKOEeTO HE UIECHTU(DUITUPOBAHHOTO PacTUTEIBHOTO BHpyCa
penpoayiupyromierocs B Allium cepa (Razvjazkina, 1971).

B 1991, ruOkue mnamoykoBUAHBIE BUPHOHBI, MPUHAJICKALIUE BUPYCY
nepenaromumcs  kiemoMm  Aceria  tulipae,  kiaccuuIMpoBaHBI  Kak
npuHaaexamnye poay Rymovirus cemerictsa Potyviridae (Van Dijk, 1991). Kak
MOKAa3aJu Pe3yabTaThl JATBHEHIITUX UCCIEA0BaHUN — OMMO0YHO.

B 1993, B naboparopuu monexynspuoit Bupycosoruu BHUUCE, otkpbiT
ruOKui, TAJTOYKOBUIHBIN, TeEpeNalomencs KIeImoM BHPYC, OOJIaIaroIIuii
XapaKTEePHBIM, TPHUCYIIUM TOJBKO €My, CTPOCHHEeM reHoma. Bupyc HaszBan X
Bupycom manora. (Vishnichenko, et.al., 1993, Kanyuka, et.al., 1992).

B 1993-2000 rr, pazauyHbIMU TpyHIaMyd HCCIEAOBaTENeH COO0IIAIOCh O
BUpycax, obnamarommx cxomHou ¢ XBIII opranusarueit remoma. (Sumi et. al.,
1993, Barg et. al., 1994, Helguera et. al., 1996, Yamashita et. al., 1996, Song et.
al., 1998, Sumi et. al., 1999).
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B 2000 r., cotpynHukaMu 71a00paTopuy MOJIEKYJISPHONH OMOTEXHOJOTHH
BHUUCDH, npensoxeHO BbIICIUT, HOBBIA POJ PACTUTEIBHBIX BHPYCOB -
Allexivirus (Allium X virus), MpOTOTUIIOM KOTOPOTO SIBJIIETCS X BHUPYC IIAJIOTA.
(Zavriev, Vishnichenko, 2000).

JIlyk mramor, Allium cepa var. aggregatum G. Don., mo HacTosImiero
VCCIICIOBAHUS], CYUTAJICS €UHCTBEHHBIM BOCIIPUMMYHUBBIM X03siMHOM XBIII.

J1o HacTOAIIEro MCCleOBaHUs MOJHOCThIO OTCYTCTBOBaJIa HH(OpMAIU O
AKCIPECCUU MOJIEKYJApHbIX (pakTopoB ummyHutera Illagora, kak Te€HOB,

3a7eicTBOBaHHBIX B Mpouecce PHK-caitneHcuHra Tak U reHoB, 3a/1eMCTBOBAHHBIX

B PTI.

eab uccaenoBanusa
[{en1br0 HACTOSIIIETO UCCIIEIOBAHUS SIBISITIOCH M3YyUECHUE BIUSIHUS MHDEKITUN

X BUpYycCa MIAJIOTAa HA MEXaHU3Mbl UMMYHHON CHCTEMOW PAaCTEHUS XO35MHA.

3axayu ucciie10BAaHNH

B cBsa3u ¢ tem, yto uHdopmaius 00 OCOOEHHOCTSIX MOJICKYJISIPHOMN
Oovonornn X BHUpyca IIaJoTa KpalHe OrpaHWYeHa, MPernoyiarajioch pPelIeHUue
CJIEIYIOIIUX 3a/a4:

1. IlpoBecTH aHanM3 U BBISIBUTH BO3MOXHbBIC aJalTalliOHHbIE U3MEHEHMUS,
MPOU3OIIEAIINE B BUPYCHOM T'€HOME B MPOLECCE UIMTEIbHON PEenpoAyKIUU B
BEreTaTUBHO Pa3MHOXKAEMbIX PACTCHHSIX IIAJIOTA.

2. UnentudunupoBaTh 00J1a1al0IIHE CYTPECCOPHON aKTUBHOCTHIO OeTKH X
BHUpycCa IIajgoTa, MO3BoJIsomUe S(PGEKTUBHO HWHTHOMPOBATH JIOKAJIbHBIA U
CUCTEMHBIM CallICHCUHI TE€HOB - OJMH M3 MEXaHU3MOB AaHTUBUPYCHOIO
UMMYHUTETA.

3. Unentudunmposats B renome Allium cepa var. aggregatum G. Don.,
HYKJICOTH/IHbIE TOCIEAOBATEIBHOCTH, KOAMPYIOIIME KIIOYEBbIE (PaKTOPHI

AHTUBHUPYCHOI'O MMMYHHUTCTA.
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4. CpaBHUTH OTHOCUTEIBHBIN YPOBEHB IKCIIPECCUU T€HOB, YYaCTBYIOIIUX B
aHTUBUPYCHOM (UTOMMMYHUTETE, B Oe3BUpycHOM M uHuimpoBanHom XBIII
1aJ10Te.

5. DKCHEepUMEHTAIbHO MPOBEPUTh THUMOTE3y, corjacHo Kotopoi XBIII
OKa3bIBAETCA CIIOCOOHBIM PENPOAYLHUPOBATHCA B PACTEHUSX IIAnoTa Onaromaps
€ro CIIOCOOHOCTH WHIyIUPOBAaTh PTI 151 TPAHCKPUIILIMOHHOE
pernporpaMMUpOBaHKe, B pe3yJIbTaTe YeTr0 BUPYC MOAABIISIET pa3IuyHbie (PAKTOPHI
aHTUBUPYCHOI'O UMMYHHUTETA.

6. IIpoeputp rumotesy o Allium cepa var. aggregatum G. Don., kak

CANHCTBCHOM PACTCHHHN-XO3JHHC X BHpYyCa I1aJioTa.

HayuyHasi HOBU3HA U MPAKTUYECKAs 3HAYNMOCTb PadoThI

B nanHoli paGoTre ycTtaHoBieH (pakT penpoayKuuu X BUpyca IagoTa B
OTCYTCTBUHU cOOCTBEHHOTO Oelika cynpeccopa PHK — caiinencunra.

[ToaTBepkaena rumnore3a, oObscHsomas (axt penpoaykiuun XBII, B
OTCYTCTBUH COOCTBEHHOI0 O€JiKa Cynpeccopa, CIOCOOHOCThIO BUPYCa MOJTHOCTHIO
WM YaCTUYHO MU3MEHATH YKCIPECCHI0 OEJIKOB, 3a/IeWiCTBOBAHHBIX B 00€CTICUeHUN
aHTUBUPYCHOTO  (uToMMMyHHUTeTa. [lomaBieHWe JKCIPECCHU  KITFOUYEBBIX
¢dakropoB PHK-calineHcuHra B ”HQUUKUPOBAHHBIX PACTEHUSX U, KOHTPOJIUPYEMOE
BO BpEMEHM, HU30UpaTesibHOE H3MEHEHHE YPOBHEHM HSKCIpPEecCHUu psiia I'eHOB-
MUIIIEHEH, KOIUPYIOMUX Apyrue (aKTOphl aHTHBHPYCHOTO (PUTOMMMYHHUTETA,
00yCJIOBIIEHHO MHAYKIMEH Bupycom mnporecca PTI.

B macrosmieit pabore ycranoneH (axt penpoaykuuu XBIII B mocaakax
gecHoka (Allium sativum). [lo mpoBeaeHHs aKTyaabHOIO HCCIICIOBAHHMS
IPEIOI0raaoch, 4To eAMHCTBEHHBIM X03ssuHOM XBIII sBasiercs mamor (Allium

cepa var. aggregatum G. Don).
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MeToa0/10rusi 1 METOAbI MCCJICIOBAHUS

B paboty BolLLIM JaHHBIE, TOJIYYEHHBIE C UCTIOIB30BAHUEM MOJIEKYJISIPHO-
OMOJOTHYECKUX W OMOTEXHOJIOTHYECKIX METOJIOB JIJAOOPATOPHOTO aHATN3a: METOT
obpartHoi Tpanckpumuuu, [P mo koneunoit touke, I[P B peansHOM BpemeHH,
cekBeHUpoBaHHe mo CaHrepy, Crocod co3AaHusi BEKTOPHBIX KOHCTPYKIMU Ha
ocHoBe MmnazMubel PLH 7000 meTomom pecTpukuuu W JIMrupoBaHus, BectepH-
OJIOTTHHT.

PaGota BbIIONIHEHa B J7a0OPAaTOPUU  MOJIEKYJSIPHOW  BUPYCOJIOTHU
denepaabHOr0  TOCYJAAPCTBEHHOTO  OIOJDKETHOTO  HAYYHOTO  YUPEKICHUS
«Bcepoccuiicknii Hay4HO-UCCIIEA0BATEINBCKUNA NHCTUTYT CEIIbCKOXO3SIMCTBEHHOU

ounorexunonorun» (PI'BHY BHUNCB), r.Mockaa.

ABTOp BbIpaxaeT 0JIarogapHOCTh KoJuieraM LleHTpa WH)KEHEepPHBIX
uccienoBannii u  paspabortok, Kwurto, OkBamop [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 1100e3HO mpeaOCTaBICHHYIO
BO3MOYKHOCTh HCCJIEIOBAaTh PENpPOAYKIMIO X BHpyCa IIAJIOTa B YECHOKE Ha

nocajakax Anaysu, npoBUHIMS YuMOopaco, IkBagop.
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OcCHOBHBIE M0JIO’KEHH S JUCCEPTALMH, BBIHOCUMbIE HA 3aILUTY

— @yukuuoHabHble Moxaynu PHK-renoma XBIII, nemoHCTpupyrOT
Pa3IMYHYI0 CKOPOCTh  DBOJIOLUUOHHBIX W3MECHEHHUW, WMEIONIUX  SBHBIN
aJIaNTallMOHHBIX XapakTep, IPUOOPETEHHBIN B pe3yIbTaTe PENPOIYKIIMHA B HOBOM
XO3HHE.

— Penponykius X Bupyca majaota NpoxXoJauT, B OTCYTCTBUM COOCTBEHHOTO
Oenka cymnpeccopa. Y CTaHOBJIEHO OTCYTCTBUE cyrnpeccopHo aktuBHOcTH PHK-
cailiJieHCHUHTra y O€JIKOB, KOJMPYEMBIX T€HOMOM X BHpYyca IIajoTa.

— BrepBble UACHTH(GUIUPOBAHBI MMOCIEIOBATEILHOCTH KOAUPYIOUIUE
dbparMeHTbl reHOB 00y CIIaBIIMBAIOIINE AaHTUBUPYCHBIN GUTOMMMYHHUTET ((haKTOPHI
PHK-catinencunra, PTI, ayrodparun 1 RNA Quality Control) Allium cepa var.
aggregatum G. Don. TIlpencraBneH aHaliu3 YpOBHEH SKCOPECCUM JaHHBIX
ITOCJIEA0BATEIBHOCTEN.

— lloarepkaeHa rumnores3a, oObICHSIOMAs (akT penpoayKiuuu X BUpyca
1aJ10Ta, B OTCYTCTBUM COOCTBEHHOTO O€JIKa Cymnpeccopa, CIIoCOOHOCTBIO BHpYyca
MOJIHOCTBIO WJIM YaCTUYHO HU3MEHSITh DKCIPECCHIO0 OCJIKOB, 3a/JICHICTBOBAHHBIX B
oOecrieueHUn AaHTUBUPYCHOTO duToMMMyHHUTEeTa. [lomaBneHune HsKcmnpeccuu
kioueBblx (paktopoB PHK-cailneHcuHra B HMHQUUMPOBAHHBIX PACTEHUSAX H,
KOHTPOJIMPYEMOE BO BPEMEHHU, U30UpaTEIbHOE U3MEHEHNUE YPOBHEH AKCIPECCUU
psiga TEHOB-MUIIEHEH, KOIUPYIOUMX Jpyrue (akTopbl aHTUBUPYCHOTO
dbutouMMyHHUTETA, OOYCIOBICHHO MHAYKIIUEH BUpycom npoiiecca PTI.

— ITokasana Bo3mMokHOCTH penpoaykiun XBII 8 Allium sativum L.
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CreneHb 10CTOBEPHOCTH M anpodanus pe3yJabTaToB

OCHOBHBIE pE3yJIbTAaThl MCCIEIOBAHUNA JIOJIOKEHBI HA BCEPOCCUMCKUX M
MEXIYHAPOAHBIX  HAYYHO-TIPAKTUYECKHX KOH(epeHIusx: MexayHapoaHas
Hay4yHO-IIpaKkTHueckasi KoHpepeHuus «MIMMyHUTET pacTeHUl K MH(EKIHOHHBIM
3a0oneBaHusAM», mocBseHHas 100-netuto monorpaduu H.M. BaBunosa (Mockaa,
2019); VIl nayuHo-nipakTudeckass KOHDEPEHIUS ¢ MEXKIyHAPOIHBIM yUaCTHEM.
«l'enetnka — QyHIaMEHTaJIbHAsE OCHOBAa MHHOBALMN B MEIULMHE U CEJEKIUID)
(PocroB-na-lony, 2019); XVII wmononexHas HayyHas  KoH(pepeHUus
«bnoTtexHonoOruss B PacCTECHUEBOJACTBE, JKUBOTHOBOACTBE M BETEPUHAPUM»
(Mockga, 2017); XIII monoxexxHnast HayuHas KoH(pepeHius «buoTexHonorus B
pPacTEHHMEBOJICTBE, KXUBOTHOBOJICTBE U BerepuHapum» (Mocka, 2013); IX
MoJIOZIeXKHasi HayyHas KoH(pepeHius «buoTexHonoruss B pacTeHHEBOJCTBE,
YKUBOTHOBOJICTBE U BeTepuHapum» (Mockga, 2009).

JIOCTOBEpHOCTh ~ MOJYYEHHBIX  pE3yJIbTaTOB  OCHOBBIBAETCS  Ha
UCIOJIb30BaHUU  JOCTATOYHOTO O00bEMa SKCIEPUMEHTAILHOTO MaTepuala,
COOTBETCTBYIOIIMX JIJISl IOCTABJIEHHBIX 33J1a4 METOAOB UCCIIEIOBAHUS U METOJIOB
00pabOTKH JIaHHBIX.

ITo matepuanam aucceprauuu onyOnukoBaHo 11 HaydHbIX paboT, B TOM
YHUCJe O CTaTeil B peLleH3UPYEMbIX HayUHBIX KypHaJIax, pekomMeHaoBaHHbIX BAK
Munobpuayku P®, 1 craTesd B HU3AaHHAX, BXOMIIMX B MEXKIyHapOIHBIC
pedepaTuBHbIe 0a3bl JaHHBIX, 5 pabOT B COOPHUKAX HAYYHBIX KOH(EpEeHLIUH.

CraTtbu B penEH3UpPYyEMBIX HAy4YHBIX XXypHajaxX, pekomeHAoBaHHbIX BAK
Muno6puayku PO:

* ApxunoB A. B. Wuanykmms PTIl (Pattern-Triggered Immunity) wu
TPaHCKPHUIILIMOHHOE penporpaMmmMupOBaHHe npu MIEPCUCTEHTHOU
ajuiekcupupycHod  uHpexkuuu  /  A.B.  Apxunos, B.K. BumnHunyenko
Il CenbckoxossiictBenHast onosorus. — 2018. — T. 53. — Ne 5. — C. 947-957.

* Apxunos A. B. Ilepcucrentnast undexius X-pupyca manoTa ConpsKkeHa

C TOAaBJICHMEM TpaHCKpuniuu reHoB kierouHod PHK-3aBucumoii PHK-
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nosuMepassl v dcl-0ekoB B KOpHAX HHGUIMPOBAaHHBIX pacTenuii / A.B. Apxuros,
A.T". ConoBneB, B.K. Bumanuenko // Monekynspuas ouonorus. — 2017. — T. 51.
—No 1. — C. 126-130.

* ApxunoB A. B. Hakornenue m3meHenuii B renome X Bupyca Illamora
MEPCUCTHPYIOIIETO B BETETATUBHO pa3MHOXKaeMbIX pacTeHusx / A.B. Apxumos,
B.A. I'yun, B.K. Bumnnuenko, A.I'. ConoBseB // Jloknaasr Akagemun Hayk. —
2013. - T.452. —Ne 2. - C. 1-4.

* ApxunoB A. B. Penpoaykmus X Bupyca majnota B OTCYTCTBUHU
COOCTBEHHOT'0 aKTHBHOTO Oenka-cynpeccopa PHK caitiencunra / A.B. Apxurmnos,
A.T". ConoBbeB, B.K. Bumnnuenko // oknaast PACXH. — 2013 - T. 2. — C. 14—
17,

* ApxunoB A. B. OOHapyxeHHE HYKJIECOTHIHBIX IOCIIEIOBATEIbHOCTEH,
xoaupytommx DCL-6enku B pactenusx mraigora Allium cepa var. aggregatum G.

Don / A.B. Apxwumnos, B.K. Bumanuenko // CenbCKOX03HCTBCHHAsT OUOJIOTHS. —

2011. - Ne 5 - C. 51-55.

CraTthbu B M3JaHUSIX, BXOJIIMX B MEXKIyHapOaHBbIC pedepaTuBHBIC 0a3bl
JJAHHBIX .

* Granda R. First report of Shallot virus X (ShVX) in garlic in Ecuador
/ R. Granda, G. Landazuri, A.V. Arkhipov // Plant Disease. — 2017. — V. 101. —
Ne 6. — P.1066.

Cratbu B cOOpHUKAX KOH(PEPEHITNIA:

*ApxunoB A. B. MonekynspHble MEXaHU3MbI TOJIEPAHTHOCTH PACTEHUH K
BUPYCHBIM IATOT€HAM: U3MEHEHUS TPAHCKPUIILMOHHBIX MPOTPAMM 3KCHPECCUU
daxTopoB aytodarunu 1 RQC (RNA quality control) B mporiecce mepcuCTeHTHOM
ajuiekcupupycHo — uHpexkuuu. /  A.B. Apxunos, B.K.Bumnnuenko

| MexxnyHapoaHas HaygyHO-TipakThieckast Kondepenuus « IMMyHUTET pacTeHuit K
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MHQEKINOHHBIM  3a00JieBaHUsIMY), NocBsleHHo 100-netnto  MoHorpadun
H.U. BaBuiosa, Mocksa //Arpapnas Hayka. — 2019. — T. 2. — Ne S. — C. 50-56.

*ApxumnoB A. B. U3MeHeHHs TpaHCKPUMIIIMOHHBIX MPOTPAMM KCIPECCUU
(GakTOpoB BPOXKIEHHOM HMMMYHHOM CHCTEMBl DPACTEHHUS-XO35IMHA B YCIIOBHSX
NEepCUCTeHTHOU BupycHoW wuH(pekuuu. / A.B. Apxunos, B.K.Bumxudenko //
Martepuanst VIl HayuHo-mpakTHueckoil KoH(epeHIHH C MEXIyHApOIHBIM
ydactueM. ['eHeTHka — (yHIaMEHTalbHas OCHOBA MHHOBALMA B MEAMIIMHE U
cenekiuu. — PoctoB-Ha-nony. — 2019. — C. 64-65.

* ApxunoB A. B. Huamykmus pti (pattern-triggered immunity) wu
TPAaHCKPUIILIMOHHOE  PENpPOrpaMMHPOBAaHHE B  IIPOILIECCE  INEPCUCTEHTHOU
ajuiekcuBupycHod uHdekuu. // Coopuux XVII momoxexHoW HaydyHOU
KoHpepeHIun «bHOTEXHOIOTHS B PAacTEHUEBOJCTBE, IKUBOTHOBOJCTBE U
BETEpUHApHUMNY», ITOCBseHHON naMaTh akagemuka PACXH I'eoprust CepreeBuua
Mypowmuea. — Mocksa. — 2017. — C. 19-22.

* ApxumoB A. B. DBomonus reHoMma X Bupyca majnorta (poa Alexivirus),
NEPCUCTUPYIOLIETO B BEr€TAaTUBHO PA3MHOXKAEMbBIX pacmenusix Allium cepa var.
aggregatum G. Don. B ycnoBusix MmoHouHdpekuu. // Coopuuk XIII monoaexuon
Hay4YHOU KOH(pepeHInn «buOTEXHONIOrusl B pACTEHUEBOJICTBE, ’)KUBOTHOBOJACTBE U
BETEpUHApHUMNY», ITOCBsIeHHON namMaTth akageMuka PACXH I'eoprus Cepreeuua
MypowmriieBa. — Mocksa. — 2013. — C. 7-8.

* ApxunoB A. B. UccnenoBanue cynpeccopHoi aktTuBHOcTH 42K Genka X
Bupyca manora. // Coopuuk IX wMonoaexxHoW HaydHOW KoH(pepeHun
«buoTtexHonoruss B PAcCTEHUEBOJCTBE, >KUBOTHOBOJACTBE M BETEPUHAPHUMY,

nocsimeHHo namsatu akagemuka PACXH I'eoprust Cepreesuua MypomiieBa. —

Mocksa. — 20009.
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O0beM U CTPYKTYpa AUCCEPTALUU
JuccepranimoHHas paboTa HamucaHa wW3JI0kKeHa Ha 187 cTpaHuIax
MAIIMHOMUCHOTO TEKCTa U COCTOUT M3 BBEACHHS, 0030pa JHUTEpaTyphl, TJaB C
ONHCaHWUEM WCIOJIb30BAHHBIX MATEPHAIIOB W METOJAOB, IJIaB C OMNHCAHHEM
MOJlyUYEHHBIX PE3yJNbTAaTOB, 3aKIIOUEHUS M CIUCKAa IUTHUPYEMOH IUTEpaTyphl,
BKJIFOUAIONIETO 238 OTEYECTBEHHBIX M 3apyOeKHBIX HCTOUYHUKOB. [lomydeHHbie

JaHHBIE CBeICHBI B 16 TaOIMI M TPOMIITIOCTPUPOBAHBI 23 PUCYHKAMH.

CooTBeTCcTBHE IHCCEPTANUM MACTOPTY HAYYHOM CIENHATbHOCTH
OCHOBHBIC Hay4HBIC TIOJIOKEHUS JHUCCEPTAIIMH COOTBETCTBYIOT IACIOPTY
crenuanbHocTd 1.5.6 — buortexHojgorus, a MMEHHO O0JACTSAIM HCCIEIOBaHMIA:
ICHETUYECKHE, CEJICKIIMOHHBIE MW  HMMMYHOJIOTHYECKHE HCCIICJIOBaHUS B
NPUKIQTHOW  MHKPOOWOJOTHH, BHPYCOJOTHMM ¥  IIUTOJIOTHH; HWMMYHHAs

OMOTEXHOJIOTHS U JIP.

JIMYHBIH BKJIAJ

Bce TtexHuueckme IEUCTBUS COTVIACHO METOJaM, NPEJICTAaBICHHBIM B
HaCTOsAIEH paboTe, BHIMOJHIIUCH HEMOCPEACTBEHHO aBTOPOM.

AHaJIU3 TOJYYEHHBIX JaHHBIX, OMUCAHHE M OOCYXKIEHUE pe3yJIbTAaTOB,
opopmIIcHHE  JHCCepTallid W aBTopedepaTa  BBHIIIOJHEHBI  aBTOPOM
CaMOCTOSITEIIBHO.

ABTOp MpUHUMAJT HEMOCPECTBEHHOE YYaCTHE B MOATOTOBKE K MyOJIUKAITUN
B HAyYHBIX M3JAHUAX CTaT€d M TE3UCOB MO MaTepHalaM JUCCEPTALMOHHOMN

paboThI.
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I. OB30OP JINTEPATYPbI
1. Pox Allexivirus
1.1. O4yepk uccaer0BaAHN, Pe3yJabTATHI KOTOPBIX NPUBEJIHN K BbIACJICHUI0
poaa Allexivirus

B 1971r. Pasesskuna (Razvjazkina, 1971) mnoka3zaia BO3MOXHOCTb
nepeqaun  kiemom Aceria tulipae Hekoero He UACHTU(DUIIMPOBAHHOTO
PacTHTEILHOTO BHpYca penpoayiupyromierocs B ryke (Allium cepa).

B 1991 Bam [leiik (Van Dik, 1991), ¢akrtuyecku NOBTOPHUB OIBIT
Pa3Bsi3kuHON Ha OOJIBIIUM KOJIMYECTBE MaTepHaia, UCCIEI0OBaB 00pasibl JIyKa,
YeCcHOKa, Jyka nmpudecHounoro (Allium scorodoprasum) u mrangora u3 psija CTpaH,
B ToM uuciie Poccun, Anonun, Kuras, Upana u np, cpeau nomyJsisiiui BUPYCOB
MPUCYTCTBYIOIICH B JIAaHHBIX PACTEHUAX OOHAPYKUBAET TMOKHE MATIOYKOBUIHBIC
BUPHOHBI PUHAIISKAIIIE BUPYCY TaKKe Nepeaaromumcs kiemom Aceria tulipae.
Bupyc He mepenaBancsi TISIMH M HE PEarupoBall C aHTUCBIBOPOTKAMH MPOTHUB
NMEePEeHOCUMBIX TJSIMU TOTHUBHPYCOB. BHpyc Tak >ke HE BbI3BAI BUIUMBIX
NPU3HAKOB HA 3apaXEHHBIX pACTEHUSAX, KpPOME YMEPEHHBIX IPHU3HAKOB
HITPUXOBATOCTH Ha IIAJIOTE copTa 'Sante'.

N3onsTHl 3TOrO0 BHpyca Ha3BaHbl Ban [[elikOM JIATEHTHBIM BUPYCOM JIyKa
nepeHocuMbIM KiteroM (Onion mite-borne latent Virus OMbLV) u decHOYHBIM
IITAMMOM JIaHHOTO U30JIITa, Topaxkaroimm yecHoK (OMbLV-G) u nepenocumbiM
KJICIIIOM JIATCHTHBIM BHpycoM IanoTa (Shallot mite-borne latent virus, SMbLV).
(Mansouri, Rysanek, 2021)

N xoTs naHHBIE W30JATHI HE pearupoBajv C aHTUCHIBOPOTKAMH IPOTUB
NOTUBUPYCOB, OCHOBBIBAsICh Ha croco0e mnepeaauu, (popMe IJIUHE BHUPYCHBIX
gactul] (mpudnusurensHo 700 - 800 HM), U NPUCYTCTBUE TPaHYIHMPOBAHHBIX
BKJIIOUEHUI B 3apakeHHOM TkaHu Ban Jleiik kmaccuduuupoBai ucciexyeMbli
BUPYC Kak MpuHajjexkanui poay Rymovirus cemeiictBa Potyviridae (Van Dijk,

1991). Kak noka3anu pe3ynbTaThl JATbHEUITNX UCCIE0BAaHUI — OIINOO0YHO.
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KitoueBbIM MOMEHTOM SBJISIETCSI OTKPBITHE B JIA0OPATOPUHU MOJIEKYJISIPHOM
Bupyconoruu BHUUCB, ¢ wucnonb3oBaHueM METOJIOB UMMYHO(PEPMEHTHOIO
aHanu3a, HMMYHOSJIEKTPOHHOW  MHUKPOCKONUH,  UMMYHOOJOTTHHTa U
CEKBEHUPOBAHMUSI, THOKOTO, MAJIOYKOBUIHOTO, MEPEAAIOIErocs KJIEIOM BUpYyca,
00J1a1at01ero XapakTePHbBIM, MPUCYIIUM TOJIBKO eMy, CTpOeHHEeM reHoMa. Bupyc
Ha3BaH X Bupycom manoTta. (Vishnichenko, et.al., 1993, Kanyuka, et.al., 1992).

B 1993 Cymu (Sumi et. al., 1993) ¢ corpynHUKamu, UCTONB3YST METOIbI
Ho3zepH-00T ruOpuaM3alud W CEKBEHUPOBAHUS IIPU aHAIM3€ BHPYCHOM
HONYJIAIMK, BBIZCICHHON u3 uecHoka (Allium sativum), wunentudummporal,
obnanarorue cxoaHo ¢ XBII opranuzainueit renoma, BUpychl, HazBanbie GV-A,
GV-B, GV-Cu GV-D.

baprom wunentudunuponansl (Barg et. al., 1994) c wucnonp3oBaHueMm
CEPOJIOTMYECKOI0 HcciieioBanus, poactseHHbsle XBIII, mo kpaiiHen mepe, nsaTh
pa3IUYMMBIX THUIIOB TAaK HA3bIBAEMOI0 HUTEBHUJIHOTO BHPYCa, IMEPEHOCHUMOIO
kiemoM (MBFV).

B AprentuHe oOHapy>KeH HUTEBHUJIHBIA MEPEHOCHUMBIN KJEIIOM BHPYC
yecHoka — GarMbFV. (Helguera et. al., 1996).

B fnonum ycTraHoBI€HA MOCIEIOBATENBLHOCTh JPYTrOro IMEPEHOCUMOTrO
KJICIIOM BUPYCa, BBI3BIBAIOLIETO MO3aUKy Yy YECHOKA M 00JIaJal0IIEero CXOAHBIM C
XBIII ctpoennem renoma. Bupyc nonyuni HazBanue — GMbMYV — nepeHocumbIii
KJISIIOM BUpYyC Mo3anku yecHoka (Yamashita et. al., 1996).

Mertonom cekBeHHpoBaHUs 1O (C3Hrepy YCTaHOBJIEHBI HYKJICOTHIHbBIC
nocJieIoBaTeIbHOCTH X BUpyca yecHoka (Song et. al., 1998); E-Bupyca decHoka
(Chen and Adams, 2001); D- Bupyca uecHoka. OmpeneiacHHe HEIOTHON
nocneaoBareiabHocTd D- Bupyca uecHoka ocymectBieno Cymu (Sumi et. al.,
1993), HyKJI€OTHIHBIN COCTaB MOJIHOPA3MEPHOM MOCIIEIOBATEIILHOCTH OIpeIeieH
Bymu (Wylie et. al., 2013). I[IpencraBiena uHdopmaius 0 MOJTHOPA3MEPHOU

nocnenoBarenbHocTd reHoMHOM PHK Bupycos wecnoka A - u C (Sumi et. al.,

1999).
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Ha ocHoBaHMM aHanmm3a BBIMIEH3IOKEHHONH WH(OpPMAIMKA U MPUHUMAS BO
BHUMaHUE Croco0 mepenadn, (GopMy BHPHOHA, CEPOJOTUYECKHE CBOMCTBA,
XapakTepHble OCOOCHHOCTH CTPOEHHE TeHOMa COTpYAHHKaMH Jaboparopuu
MousiekyisspHoit  O6morexnonorun BHUUCH (Zavriev, Vishnichenko, 2000),
NPE/UIOKUIIH BBIZICITUTH HOBBIM PO pacTuTenbHBIX BHpYycoB - Allexivirus (Allium

X virus), IpOTOTUIIOM KOTOPOTO SIBJIAETCS X BUPYC LIAIOTA.

1.2. OcHOBHBIE CBOICTBA AJVICKCUBUPYCOB
1.2.1. Bupuon

X Bupyc manota (XBII) — ruOkuii HUTEBUIHBIA BHUPYC, OTKPBLITHIA B
Poccuu B Havasie 90-X ro1oB mpoIuIoro BEKA U CTaBIIMKI MPOTOTUIIOM HOBOTO poja
Allexivirus.

Bupuon anekcuBupycoB — ruOKue MaJIOYKOBUIHBIE YACTHUIBI C MOIAJIBHON
nuHoM okono 800 HM u nuamerpom 12 uM. Kancup oGnamaer crimpaibHOU
cumMmerpueit. CynepkancugHas oOosnouka otcytcTtByeT. (Vishnichenko et. al.,
1993).

1.2.2. KancuaHblii 0eJIOK U CepOJIOrHYeCKUe CBOCTBA

Monekynsipaas Macca 0enkoB o6osiouku (BO) anekcuBUpyCcOB COCTaBIISET
26-28 x/la. Kancua X Bupyca manora gopmupytoT 2500 uaeHTHUHBIX KAalICOMEPOB
(Vishnichenko et. al., 1993). Bupuon XBII ceposiorudecku He pOACTBEHEH

oOJiaaroIM CX0oaHOM Gopmoii karicuaa, BupuoHam notuBupycoB (Van Dijk et.

al., 1991)

21



1.2.3. I'enom

I'enom mpencraBnen onHouenodeynoit PHK (+) momsipHOocTHM, AiMHOMN
okosno 9000 HykieoTMI0B. B TreHOMHOW NOCIENOBATENBHOCTH IPUCYTCTBYIOT
HIECTh OTKPBITHIX pamMok cunutbiBanus (OPC).

Cpazy 3a 5' —He Tpancnupyemoii oosacteio, cienxyer OPC1 komupyromias
BUPYCHYIO PEIIMKA3Y.

benku, konupyemsie OPC2 u OPC3, roMos0ruyHbl TpaHCIOPTHBIM OeNKam
TBI'l m TbI'2 MHOTMX HUTEBUIHBIX U MAJIOYKOBUIHBIX BUPYCOB PACTEHUM.

ITocnenoBarenbHOocTh  Mexay OPC 3 w4 roMojorudHa
MOCJIETIOBATEIBHOCTSIM B COCTaBE TPOWHOIO OJIOKA T€HOB Yy TOTEKCBUPYCOB U
KapJIaBUPYCOB Y KOTOPBIX JaHHas MOCIEA0BATEIbHOCTh KOAUPYET 7-8K OEJOK,
onHako y XBIII ganHas nmociieqoBaTeIbHOCTh HE UMEET MHULIMUPYIOIIETO KOJIOHA
AUG.

[TocnenoBaTenbHOCTh OTKPBITOM PaMKH CUMTBHIBaHMS 4 HE BCTpedaeTcs 3a
npeaenamMmu poJia, BJISISICh MOJIEKYJIIPHON CUTHATYPOU aJIEKCUBUPYCOB.

Ha 3’-xonue renomuorn PHK pacnonoxen nomuA-tpek, anunHon g0 200
HykieoTu0B. Bupron XBIIl moxer takxke comepxartb aByuenodeynyro PHK
(muPHK), pasmepom okoisio 1500 nap nykneotuaos. (Vishnichenko et. al., 1993;
Kanyuka et. al., 1992)
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1.2.4. Penuinkanus

B nuteparype He mnpeacraBieHa WHGOpMalMsA, Kacamollascs IIHMKIa
pPENpONyKINH aleKCUBUPYCOB. OQHAKO HMCXOAS W3 CTPOCHMsI I'€HOMa JIOTUYHO
IPEANOIOKUTh, YTO LMK  PENpPOAYKIMM  QJIEKCUBHPYCOB  BKJIFOYAET
MCIIOJIb30BaHUE AHAJIOTUYHOTO MEXaHU3Ma PEIUIMKALMU XapaKTEPHOTO JJIsl MHBIX
BUPYCOB C OJJHOHUTEBBIM MO3UTUBHBIM T'eHOMOM. llociie monaganus B KIETKYy U
BBICBOOOKICHUST HYKJIEMHOBON KHUCIOTHI, (+) PHK-TreHOM BBICTYIIAast B KadecTBe
matpuyHoii PHK cunTe3upyer Ha pubocomax Bupycocneuupuueckue Oenxw,
3aKogupoBaHHble B reHoMe. «llocme  Toro, Kak  CHHTE3MpOBaHA
Bupycocnienuuueckass ~ PHK-3aBucumas ~ PHK-nommmepaza u  jgpyrue
HECTPYKTypHble Oenku, HaunHaercs perunkauus PHK. B koHue nukia BHOBb
CUHTE3UpPOBaHHbIE CTPYKTypHble Oenku BuproHa u PHK coOuparorcs c¢

obpa3oBaHHeM BHPYCHOIo noromcTBay (Cusenmos, 2012).
1.2.5. CnekTp x0351eB

AJICKCUBUPYCHI 3apakalOT YECHOK, JIYK-TIOpEH, JIYK, U Pa3InIHbIC TUKHE
BUJIBI JIYKOBBIX. CUNTAIOCK, YTO YeCHOK 1 C. murale, MOJKET BBICTYIIATh XO3IMHOM
JuTst 60IBIIMHCTBA anekcuBupyco, kpome XBIII (Perotto et. al., 2003; Yamashita
et. al., 1996). B Poccum mnpoaykTHBHAs penpoAyKiHs X BHpyca IIalioTa,
Ha0Jr0/1allach TOJIBKO B pacTeHusax Jyka-manoTta (Vishnichenko et. al., 1996).
XOTsI CIIEKTP X035ICB aJIEKCHBUPYCOB OTPAHWUECH, M BKJIFOYAET, IIIaBHBIM 00pa3oMm,
pox Allium, B mocnenHee BpeMs OJydeHbI COOOIEHHUS O 3apaskKeHUH JBYIOIbHBIX
pacTeHHHd BHUpyCaMH, TEHOMBI KOTOPBIX HMEIOT SBHYIO TOMOJIOTHIO C
anekcuBupycamu onHomoibHeIX (Machado, 2006; Sabanadzovic, 2011; Dutta,

2013).
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1.2.6. BekTopnl

EavHCTBEHHBIN MEPEeHOCUYHMK ajJeKCUBHPYcoB - kiemn Aceria tulipae.
[Iepenoc XBIII nmponcxoauT Kak Ipu BETETALMU IIAJIOTA, TAK U IPU XPAHEHUU
nyxoBull (Katis et. al., 2012; Vishnichenko et. al., 1993). JIutepatypHbie 1aHHbIE,
CBSI3aHHBIE C OCOOCHHOCTSIMU TIepelavr, OTPaHNYCHBI. BeposTHO, onpeieieHHbIe
CIIOCOOBI XpaHEHWs JyYKOBHII MOTYT TPHUBOJWTh K YBEIWYCHUIO TIOMYJISIIUU
KJICHIEH, ¥ 3aTeM K COMyTCTBYIOIIEMY paclipocTpaHeHuio Bupycos (Barg et. al.,
1997).

1.2.7. 3a00s1eBaHNsi U CUMIITOMbI

Nudexnua X Bupyca manora nporekaeT B lareHTHON popme (Katis et al.,
2012; Vishnichenko et. al., 1993).

OdeHb penKo Ha 3apPaKEHHBIX AJIEKCUBUPYCAMH PACTCHUSIX MPUCYTCTBYET
ciaOble XJIOPOTUYHBIE IITPUXU UK cIaboBbIpaxkeHHast Mo3anka (Yamashita et. al.,
1996). Ilpupona naHHBIX CHUMITOMOB JI0 KOHIIA HE SICHA, BO3MOXHO, 3(PdeKT

MOJKeT OBITh BBI3BaH jciicTBreM Kitera Aceria tulipae (Barg et. al., 1997).
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1.3. TakCOHOMUSA U KJIaCCUPUKAUSA

Ha naHHBII MOMEHT TaKCOHOMHYECKas CTpyKTypa X BHpyca IIaloTa,
cienyrormast: mopsok Tymovirales, cemeticto Alphaflexiviridae, pox Allexivirus,
noxpon Acarallexivirus, sug Shallot virus X.

Ha maHHBIN MOMeHT mopsiiok Tymovirales mHacuutsiBaeT 5 ceMeicTB U 28
ponos (Tabmuma 1).

[lepBoHaYaIbHO poOJa BHUPYCOB, BXOJSIINE HAa JaHHBIA MOMEHT B IISThH
ormenapHbIX cemeiicTtBa Alpha- Beta- Delta- Gammaflexiviridae u Tymoviridae
coctaBisuid efauHou cemeiictBo Flexiviridae B koTopoe cpa3y mociie OTKPBITHS
ObUIM OTHECCHBI aJICKCUBUPYCHI, B ToM umcie, 1 XBIII (Zavriev, Vishnichenko,
2000).

[TpuHIMIIMAIBLHOW OCHOBOW [JIs BBIAeNCHHS cemeiictBa Flexiviridae
SBIJIOCH TO OOCTOSITENBCTBO, UYTO (DJICKCUBHPYCHI OO0JAMAIOT XapaKTEPHBIM,
OTJUYHBIM OT MOP(OJIOTHMYECKH CXOMHBIX C HHUMH IIOTUBHPYCOB U
KJIOCTEPOBHPYCOB, IIJJAHOM CTPOSHUS T'€HOMa M UYTO peIUIMKATHBHBIC U
CTPYKTypHbIE O€nku (IEKCUBUPYCOB HUMEIOT OYEBUAHOE (PUIOrE€HETHUECKOE
poznctso. (Kanomun, 1999).

B mocnmencTeumn, pon anekCHMBHUPYCOB OBLT TaKCOHOMHUYECKH OTHECEH K
cemetictey  Alphaflexiviridae Ha ocHOBaHMM  pe3yJNbTaTOB  CpaBHEHUS
HYKJICOTHIHBIX ITOCJICJIOBATEILHOCTEH pEIINKa3 aleKCIMBUPYCOB M BHPYCOB

UHBIX poJI0B B nopsnke Tymovirales (Adams et. al., 2011).
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Tabmuna 1. Taxconomus mopsaka Tymovirales. International Committee on

Taxonomy of Viruses (ICTV, Virus Taxonomy: 2022 Release).

Ilopamox: Tymovirales
CemeficTBO: Alphaflexiviridae Betaflexiviridae Deltaflexiviridae Gammaflexiviridae Tymoviridae
IloaceMmedicTEO: Quinvirinae Trivirinae
Pon: Allexivirus Banmivirus Capillovirus Deltaflexivirus Gammaflexivirus Maculavirus
Botrexvirus Carlavirus Chordovirus Mycoflexivirus Marafivirus
Lolavirus Foveavirus Citrivirus Xylavirus Tymovirus
Platypuvirus Robigovirus Divavirus
Potexvirus Sustrivirus Prunevirus
Sclerodarnavirus Ravavirus
Tepovirus
Trichovirus
Vitivirus
Wamavirus
Bua: Banana Bombyx
virus X mori latent

virus

Poinsettia
mosaic virus

Bxomsmuii B cemerictBo Alphaflexiviridae pox Allexivirus B Hacrosiiee Bpems, 1Mo
JaHHBIM MCKAYHAPOJAHOTO KOMUTCTA TAKCOHOMHH BHPYCOB, BKJIIOYACT BHUIbI
Shallot virus X u A- B - C - D - E - X -Garlic virus ¢popmupyroiue moapos
Acarallexivirus, a Taxxe Buael Garlic mite-borne filamentous virus; Alfalfa virus
S; Arachis pintoi virus; Blackberry virus E; Senna severe yellow mosaic virus;
Vanilla latent virus. (ICTV, Virus Taxonomy: 2022 Release).

Tak xe JABa CPAaBHUTCJIbHO HCAABHO OTKPLITBIX BHAA BHUPYCOB,
MIPEIIIOIOKUTEIIBHO MOTYT SBJISATBHCS aJ€KCMBUPYCaMM, HapaBHe ¢ E Bupycom
exxeBuku (BVE, Blackberry virus E), a umeHHO BHpyc MO3auku O€lIOro siceHs
(WAMYV, White ash mosaic virus) u Bupyc 3ckobapuu (isolate 05TGP00120D
Escobaria virus).

OcHoBaHueM MO3BOJAIOIIMM CUHUTATh MJAaHHBIC BHUPYChI POACTBCHHBLIMU
AJICKCUBUPYCaM ABJEICTCA ABHAA TOMOJIOTUS B CTPOCHUH I'CHOMOB JIaHHBIX BUPYCOB

Y aJIeKCUBUPYCOB.
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B renomax E Bupyca exeBUKH, BUpyca MO3auWKH OEJIOTr0O SCEHs U BHUpyca
ACKOOApUM MPUCYTCTBYET MOCIEAOBATEIILHOCTh OTKPBHITON paMKU CUUTHIBaHUS 4
KOJupyromas 0eok p42.

B reHomax maHHBIX BHPYCOB, MCKJIIOYas BUPYC 3CKOOapuu, Kak U Y
aJICKCUBUPYCOB OTCYTCTBYET nHULMUpyomuil kogon AUG B OPC, koaupytoien
oemok TBI'3 TpoiiHOro 010Ka reHOB. XapaKTEpPHOH OCOOEHHOCTBIO CTPOEHUS
reHOMa 3THX BUPYCOB, OTJIMYAIOIIUX WX OT aJ€KCUBUPYCOB SIBIISIETCS OTCYTCTBUE

OTKPBITON paMKHU CUUTHIBaHUs 6 KOMpYIoLIel nectenH dorateiii 6enok (Machado,

2006; Sabanadzovic, 2011; Dutta, 2013).

1.4. I'eorpaguyeckoe pacupocTpaHeHue

AnexcuBupychsl oOHapyxkenbl Bo ®pannuu, Ucnanuu (Van Dijk, 1993),
N3paune, Cnosenuun (Mavric u Ravnikar, 2005), I'epmanun, [Nomnanauu, Uanuu

u Hogoit 3enanaun, u npyrux crpanax (Hamed et. al., 2012).
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2. X Bupyc majsiora (XBII) - npororun poaa Allexivirus.
2.1. OrkpeiTHe X BHPYyCa IIAJ0TA

«X Bupyc mamota OTKpeIT B Poccum, B 1991 r., npu uccrenoBanuu
pacTeHMil manoTa celneKIuoHHOro oopasna N803 MHOKYIMPOBAHBIX SKCTPAKTOM
maioTa copra Tarap moJiydeHHOro U3 MOHIOJIMM B Ka4ECTBE MCTOYHHKA BUpYcCa
Xentoi kapiaukoBoctH Jtyka, BXKKII, pox Potyvirus» (Kanyuka et.al., 1992).

«B oOpa3zuax manora OOHapyX EHO HAKOIJICHME B 3HAYMTEIbHBIX
KOJMYECTBAX  BHUPUOHOB, TPH  HUCCIEAOBAHMH  KOTOPBIX  METOAOM
UMMYHOOJIOTTUHTA U UMMYHO3JIEKTPOHHOW MHUKPOCKONHUU OBLJIO MOKAa3aHO, YTO
ruOKve BUPYCHBbIE YaCTHIIbl, HaKaIllJMBArOIIMecss B pacTeHusax manota N803,
ABJIAIOTCS BUPHOHAMHM KakKoro-to HMHoOro Bupyca. Tor ¢akr, d4Yro B
MHQUIUPOBAHHBIX PACTEHMSX ILAJ0Ta HE OOHAPYXHUBAIOTCS XapaKTepHbIE AJis
NOTUBUPYCOB, LIMTOIIa3MaTHYECKUe BKIoueHUs (pinwheals) mo3Bomisin caenartpb
IIPEABAPUTEIBHBIN BBIBOJ O TOM, YTO 3TOT HOBBIM BUPYC, HA3BaHHBIA X BUPYCOM
11aj0Ta, He MPUHAISKUT K poay Potyvirus» (Kanyuka et.al., 1992).

«OKOHYATENbHBIN BBIBOJ O BUJIOBOW NPUHAJIEKHOCTH BUPYCA MMO3BOJIMIIO
caenarth omnpenaesnenre B 1992r., mojiHOM HYKIIEOTUIHOM MOCIEA0BATEILHOCTH
renomuoit PHK XBIII» (Kanyuka et.al., 1992).

Hoseriit BupycC - mpoTotun 0yaymiero poga Allexivirus - cranx BropsiM mociie
Bupyca TabauHoi wmo3auku (MBanoBckuii, 1892) duToBUpYyCcOM, BIEpBHIC

oOHapy»»eHHbIM B Poccum.
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2.2. Mopdosiorust u ceposiornyeckue cBoiictsa BupuoHoB XBIII

«bonpmyro wacte mnomynsaiuu yactunl XBIII mpeacraBimeHa ruOkumu
yactuamu ¢ MojaiabHoM jumHOM 800 HM, nuametpom 12 um (XBII-I) u c
XapaKTEPHOM MOINEPEYHON HCUEPUEHHOCTHIO. B KauecTBe MUHOPHOTO KOMIIOHEHTA
IPUCYTCTBYIOT BHpHOHBI auamerpoM 6 HM (XBIL-II) u, BeposarHo, Ooinbleit
mmaHOMY» (Kanommun, 1999; Vishnichenko et. al., 1993).

B oTnmenbHBIX  pacTEHUAX, HUCIOJB30BABIIUXCA IS BBIJICIICHUS
BbICOKOOUMIIeHHBIX mnpenapaTtoB XBUI-II, 95% nomynsuum BUpYCHBIX 4YacTHIl

COCTAaBJISUT JAHHBIN TUIT BUPUOHOB (puc 1).

Pucynox 1. «DOnektponnbie  Mukpodororpadbvd  BUPYCHBIX  YacCTHII,
npucyTcTByommx B mnpenaparax XBII, nomyuyeHHble W3 WHIUBUAYAIbHBIX
pacTeHuil manoTa: A — BUpHUOHBI IIEPBOro Kjacca. b - BUpHOHBI IEPBOTO ¥ BTOPOTO

KJ1accoB. B - BupHoHbI BTOpOro kiacca. MacimraOHble TIMHUU COOTBETCTBYIOT S50

am» (Kamomun, 1999; Vishnichenko et. al., 1993).
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«Bupunonnsie PHK, Bb1ieI€HHBIE U3 TpEnapaToOB YaCTUL] IEPBOTO U BTOPOTO
KJIACCOB, O00JIaJIal0T OJIMHAKOBOM 3JIEKTPO(OPETUUECKOM TMOJBMXKHOCTBIO B
HEJICHATYPUPYIOIIUX arapo3HbIX refsix. Pe3ynbTarbl OJOT-THOpUAN3AIUOHHOTO
aHaju3a MO3BOJIAIOT CIIENIAaTh BBIBOJ O BBICOKOW CTENEHHU TOMOJIOTUHA T€HOMHBIX
PHK nByx mccienyeMbIx KIacCOB YAaCTHIL: MPU UCIOJIb30BAHUU PATUOKTHUBHOIO
30HJa, KoMIuleMeHTapHoro 3'-koHueBoMy ydactky PHK XBII, u B ycnoBusx
paBHBIX KOHIEeHTpanui npenapatel PHK, BbineneHHble M3 4acTUIl MEPBOTrO U
BTOPOTO KJIACCOB, XapaKTEPU30BAIUCh OJIM3KUMHU YPOBHSIMU HWHTEHCHUBHOCTHU
rHOpHAN3alMOHHBIX curHanoBy (Kamommm, 1999).

«ng  gereknum  XBIII  ucnonb3oBagoch JiB€  BUpyccrnerudUUHbBIC
AHTUCBIBOPOTKU: MPOTUB pekoMOuWHaHTHOrO Oenika obonouku (BO XBII-Ac) u
npoTuB BUpycHBIX yacTuil (XBIII-Ac)» (Kamommun, 1999; Apmaga u ap., 1996).

«B mpenapatax BUPHOHOB OOOMX KJIaCCOB B KaueCTBE OCHOBHOTO
KOMITOHEHTA MPUCYTCTBYIOT OEJIKH ¢ MOJIEKYJIIPHBIMHU Maccamu 37k/la KoTopbie B
HKCIIEPUMEHTAX [0 HWMMYHOOJIOTUHTY HHTCHCHUBHO B3aUMOJICUCTBYIOT KakK C
AHTHUCHIBOPOTKOM TPOTUB pekoMOMHaHTHOro Oenka oOosnouku XBII, Tak u ¢
AHTHUCBIBOPOTKOW IMPOTHUB TMpEnapaToB YacTHIl BTOporo kimaccay. (KamormH,
1999).

«O OJIM3KOM CEpOJOTUYECKOM POJCTBE OEJIKOB O0O0O0JIOYKH BHUPHUOHOB
MIEPBOIO U BTOPOTO KJIACCOB CBUJIETEIILCTBYIOT TAK)KE PE3YIbTATHI SKCIIEPUMEHTOB
0 HMMMYHORJICKTPOHHOM MMKPOCKOIIUM YaCTUYHO OYHUIIEHHBIX IMpernapaToB
XBIII». (Kanomms, 1999).

«Kak creqyer U3 3TUX TaHHBIX, AHTUCHIBOPOTKA MPOTUB PEKOMOMHAHTHOTO
oenka o6omoukn XBII wHTEHCMBHO nekopupoBana o00a Kiacca YacTHIL.
AHanoTUYHBIE pe3yJbTaThl OBUIM TIOMYyYEHBl TAaKXKe IPU HCIOJIb30BAHUU B
AKCIEPUMEHTaX IO JICKOPUPOBAHUIO AHTUCHIBOPOTOK, TIOJYYEHHBIX MPOTUB

OYHIIICHHBIX YaCTHII IIEPBOr0 MK BToporo kiaaccopy (Kamormwmn, 1999).
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«Takum oOpa3zom B BuUpycHBIX mnpenapatax XBII, oOGHapykxuBaroTCs
BUPUOHBI JIBYX MOP(OIOTUYECKUX KJIACCOB. ODTU YACTUIIBI C Pa3TUYHOU
MopdoJioThei 00pa3yroTCs TPU ydacTUH TOMOJornyHbIX reHoMHBIX PHK, mpu
TOM CTENEHb TOMOJIOTMM HYKJIEOTHUIIHBIX IOCIEN0BATEIBHOCTEN 3'-KOHIEBBIX
obnacteit reHoMHBIX PHK BUpHOHOB mepBOTro u BTOporo KiaccoB cocTaBisieT 87%,
y reHoB 42K Oenka oHa paBHa 81%, Oenka o0osouku - 98% u renos 15K Oenka -
95%. lannas uHdopmMaius, Kak U (akT CEpPOJOTUYECKON HUICHTUYHOCTH OEIKOB
00O0JIOYKH, JAaeT OCHOBAaHUE pacCMATPUBATh YacCTULBI OOOMX KJIACCOB Kak

pasnuunbie popmbl BupruonoB XBIII» (Kamomun, 1999).

2.3. Opranuszanus resoma X BUpPyca maJjaoTa
[Tonnas HykieotuaHas nocieaoBaTeabHOCTh TeHOMHONM PHK XBIII Obu1a
ornpezeneHa B 1aboparopun MoJiekysipHoi Bupyconorun BHUNUCH. (Kanyuka et.
al., 1992).
I'enomuas PHK X Bupyca manora conepxut 8890 HyKI€OTHAOB, UCKITIOYAs
3’ mosm-A nocneaoBaTesbHOCTh. [Ipr 3TOM COCTaB HYKJIECOTHUIOB PACTIPEACIISAETCS
cneayrommuMm obpazom: 28,6% A, 22.2% U, 20,6% G u 28.6 % C.
B renome XBII (Puc. 2) npucyTCTBYIOT MLIECTh OTKPBITBIX pPaMOK
cuutbiBanus (OPC), nBa HeTpaHCIMpyeMbIX 5°- U 3’- KOHUEBBIX PETMOHA U TPHU

BHYTPCHHHUX HCTPAHCIINPYCMbIX IIOCJICA0OBATCIbHOCTH B MCXTCHHOM

IIPOCTPAHCTBE.
195K |26—K| 42K CP li]f
C 1 1L I
11K A

1000 2000 3000 4000 SO00 6000 7000 BO00  Poly(A)
Puc 2. Cxemaruueckoe wu300paxkeHue crpoeHusi reHoma XBIII,

BKJTIOYAOIas Bce reHetnueckue snemeHThl (Kanyuka et. al., 1992).
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OPC 1, oTkphITas paMKa CYMTHIBaHUS, HaCUUThIBaroIasa 5157 Hyki1eoTua0B
U pacroJjiararoinascs B 5'-konneBoi odnactu renomuoi PHK, (mo3ummm 99-5255),
KOAMPYET HauboJee MPOTSHKEHHBIN O€NOoK, ¢ pacueTHO# Maccoit 195 k/la.

Cnenom 3a OPC 1 pacnonararoTcsi OTKpPBITbIE PAMKH CUUTBHIBAHUS 2 U 3
KOAMpYIOIMe Oenku, ¢ MoJeKyaspHbiMH Maccamu 25 kJla u 11 x/a.
[TocnenoBarensHOCTH OPC 2 M 3 yaCTUYHO NEepeKphIBAIOTCA ApYr ¢ apyrom. Ilpu
ATOM TEPMUHUPYIOIIHUA KOJOH OTKPBHITON paMKH CUMTBHIBAHUS 2 pacrojaraercs B
npenenax OPC 3 cooTBeTcTBYs ABajlaTh TPETbEMY HYKICOTHIY OT €€
VHULMHPYIOLIETO KOJOHA.

«3tn OPC dopmupyioT Tak Ha3pIBaeMblil TpoitHOU Onok reHoB (THI) -
KOHCEPBAaTUBHBIA TE€HHBII MOAYJb, MNPUCYTCTBYIOIIMM B TIE€HOMax MHOIHX
HUTEBUIHBIX W MAJIOYKOBUJIHBIX BHUPYCOB PACTEHUN U KOJUPYIOLIUNA BUPYCHBIC
tpancnopthbeie O0enxku TBI' 1, TBI' 2 u TBI' 3 (Beck et. al., 1991). Onnako B
reHoMax BceX M3BeCTHBIX BUpycoB poaa Allexivirus orcyrctByer OPC niia Oenka
TBI'3, TpeThero Genka, KOAUPYEMOTO y4acTKOM TpoWHOro Osioka reHoB. Cama
MOCJIEN0BATENBHOCTD, JUIMHHOIO 113 Hykneotunos, komupyromas ThI'3, HO He
uMemIas uHUnMaropHoro koaoHa AUG, mpucyTcTByeT B paiioHE T'€HOMa
XapaKTEpPHOM I JIAaHHOTO TE€Ha Yy POJCTBEHHBIX BUpycoB» (Apxwuros, 2013;
Kanyuka et. al., 1992; Adams et. al., 2011).

Mexnay mnocnenoBaTelbHOCTAMH —TpoiiHoro ©Omoka reHoB u  OPC,
KOJUpYIoIIe OeloK O0O0JIOUKH y BCEX M3BECTHBIX aJlEKCUBUPYCOB, HAXOIMUTCS
OTKpBITas paMKa CUWTHIBAaHUSA 4, KOAMPYIONIAs YHUKAJIbHBIA CEpPUH-OOTaThIN
Oermok ¢ pacueTHOM MonekyisipHor wmaccoit 42x/la (32-42 x/la y wuHBIX
anekcuBupycoB). Hannuue sroit OPC sBnsiercss HanOosiee XapaKTepHOH yepTon
pona Allexivirus (Kanyuka et. al., 1992; Sumi et. al., 1993; Yamashita,1996; Psi6os
u ap., 1996; Song et. al., 1998).
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[TocnenoBarensHocth OPC 5  koaupyromiasi, SBJISIFOIIUANCS — O€IKOM
000JI0OUKH, MENTU PaCUETHON MOJEKyJIsAspHOU Maccoi 28 k/la mepekpsiBaeTcs ¢
OTKpPBITOM paMKOW CUYUTHIBaHUS 6 POBHO HAa OAMH HYKICOTHZ SBISIOLIUNCS
NOCJIENHUM B TepMuHupyromem tpumiere OPC 5 1, 0IHOBpEMEHHO, NIEPBBIM B
unuupytomiem Tpuriere OPC 6. (Kanyuka et. al., 1992, Shallot virus X NCBI
GenBank: NC_003795.1).

[locnenHsst OTKpbITass paMKa CUYUTBIBaHUS 6, KOJUPYET HEOOIbILIOMN
nucrend-oorateiii  Oenmok (LIbb), wmaccoit 15 x/la, uMerommii CcXOJCTBO
aMUHOKHCIIOTHOM nocienoBaTesibHOCTH ¢ 12K Genkamu kapiaBupycos.

IlepBblii, B HampaBieHUU 5’- 3’-, HETPAHCIUPYEMBIA PETHOH JJIMHOIO 62
HYKJICOTUJA pPa3leiIeT OTKPBITbIE paMKHA cudThbiBaHusA | m 2. Eme oxauH
HETPaHCIUPYEeMbIH (hparMeHT, pasMepoM 26 HYKJIEOTHIOB pacronaraercs B 3’
yactu reHoMma, mexay OPC 4 u 5.

5’ He TpaHcaupyeMas 00J1acTh BKIIIOYAET 98 HyKJICOTHIOB U AaHAJIOTHYHA 5’
He Tpanciupyemoit obnactu PHK X Bupyca kaprodens (Huisman et. al., 1988).

3’ He TpaHciupyemass 00JlacTb COCTOMT M3 112 HyKJI€oTHI0B, moOCIeE
KOTOpO# pacnomnaraercs nmoiu-(A) tpek (Kanyuka et. al., 1992).

Ilepeuunas crpykrypa PHK XBIIl cxomHa ¢ opraHuzanuei reHoma y
NOTEKC- M KapiaBupycoB (puc.2). 5°- reHomHas obsacte XBII cxogna mo
CTPOEHHIO C 5°- 00JIaCThI0 T€HOMA MOTEKCBUPYCOB, IIPU 3TOM TOJIBKO B JIBYX U3
MHOTHX TMOTEKCBUPYCHBIX T€HOMAaX, YCTAHOBJIEHHBIX K HACTOAILIEMY BPEMEHH, a
uMeHHo, B Lily virus X u Strawberry mild yellow edge-associated virus, ren TGB3
HE MMeeT uHHUImMupyromero kogoHa (Memelink et. al., 1990; Jelkmann et. al.,
1990). 3’- renomuas obnacte XBIII, HanpoTuB, cxoaHa N0 CTPOeHHUIO ¢ 3’
obnacTrio kapnaBupycos (Kanyuka et. al., 1992).

['eneTnueckue 3IEMEHTHI, 3a HCKIIOUYEHHEM  I[OCJIEeI0BATEIbHOCTH
TpaHcnupytomei 6enok p42K, ¢popmupytronme renom XBII xapaktepubl u aiis

BUPYCOB HEKOTOPBIX UHBIX CEMEUCTB (pUC 3.), CO CXOTHON CTPYKTYPOH.
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5' 3

potorvirus TN |[__
n
Mandarivirus BN (|7 ,
n
Altoxvirss S| (.,
n

Carlavirus A O PH R N A
. n

Foveavirus I A O P H R | A
n
Citrivirus |l A O P H R
] An
Capillovirus _IE_ A
n
Trichovirus IE-III-HEL A
n
B Replicase proteins
. ‘ [] Triple gene block (TGB) proteins
Vitivirus lﬂ-I-ilEqu A, B Bo50:167 MovEmenEpTotaine

W Coat proteins
0 2 4 6 8 ] RNA-binding proteins

kb | | | | | | | I | | [] Other ORFs

Pucynok 3. CpaBHuTenbHas AuarpaMMma OpraHMU3allMM BHUPYCHBIX T€HOMOB
Onu3kux 1o csoemy crpoeHuto Kk XBIIl. biokamMu oTMedeHbl OTKPBITbIE PAMKHU
cuutbiBanus (ORFs). Jlomens! yka3anbl OykBamu: MeTtuntpaHdepa3Hblii JOMEH
(M), AlkB-nomen (A), OTu-nentunasusiii gomen (O), papain-like mpoTeas3Hblit
nomeH (P), PHK -xenukasssiit (H), 1 RDRP-nonumepasnsiii fomen (R). (Martelli
et. al., 2007).
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2.4. beakn, KoaupyemMblie TeHOMOM X BHpYCa MIAJI0TA

Nmeromuecs: 3KkcriepuMeHTalbHbIE JAHHBIE O OMOXMMHUU U MOJIEKYJISIPHOM
OMOJOrMM KOJIMPYEMbIX X BHPYCOM IIAioTa OEJIKOB KpailHE OrpaHUYEHBI.
«O4YeBUIHO, YTO BBISIBICHWE (YHKIMOHAJIBHBIX OCOOEHHOCTEH T'€HOMOB
anekcuBupycoB n XBII u xomampyembix uMu OenkoB TpeOyeT AanbHEHIIen
IKCIIEPUMEHTATILHOM paboTh» (Apxumos, 2013).

«IlepBas otrkpbeiTass pamka cuutbiBanuss XBII (B HampaBienun 5°-3°)
KOJIUPYET MOJUIIETITHI ¢ MOJIEKYJIsIpHOM Maccoit okoio 190 k/la, oOpa3zoBaHHbBIN
1718-10 amunokucnoramu (Shallot virus X, NCBI GenBank: NC 003795.1)»
(Apxwurnos, 2013).

«N-KOHIIEBOII JOMEH, CyAs MO aMUHOKHCIOTHOM MOCJEI0BAaTEIbHOCTH
JOJDKEH 00JajaTh MMOTEHIMAIbHOM MeTuiaTpaHchepa3HoOil aKTUBHOCTHIO, B
CpelHEel 4YacTh OelKa, MPOCIEKUBAIOTCA MOCIEAOBATEIbHOCTH aMUHOKHUCIIOT,
xapaktepuble i1 NTP-a3noro/xenukasHoro 1oMeHa, ¥ B 3aBepiieHuu, C-KoHeI|
COJIEP’KUT KOHCEPBATUBHBIE IMOCIEA0BATEIbHOCTA COOTBETCTBYIOIIME JOMEHAM
PHK-3aBucumoiri PHK-nonumepase» (Kamomun, 1999; Koonin and Dolja, 1993).
Homen  okucnutenbHOM — gemetmnasel  (AlkB),  pacmomokeH = MeXIy
MeTwiITpaHcepazHbiM U xenukazHbiM 1oMeHamu (Martelli et. al., 2007). Takum
obpazom mentua  komupyembii  OPC 1  Brmouaer 4 gomeHa -
metuntpancepasusiii (MET), momen oxucnutensHoi aemetmiassl (AlkB),
HT®azubit/xenukazusii tomen (HEL) u  gomen PHK-3aBucumoit PHK-
nosmmMepassl (POL), uTro mo3BojsieT cruenaTh BBIBOJ O (DYHKITMOHHPOBAHUH
nanHoro Oenka kak BupycHoi PHK 3aBucumoit PHK monmmepassr (permkasbr).
«HTEpECHO, YTO TaKas JOMEHHAas CTPYKTypa XapakrepHa i perukassl XBIL,
HO HE Jpyrux BUpycoB gaHHoro poja» (Martelli et. al., 2007). Ananoruunas
CUTyalls BCTpEYaeTCs W B JPYIMX POJiIax HUTEBUIHBIX BUPYCOB. Tak y psna
npezacraButenei pogos Carlavirus u Potexvirus AlkB-o6nacte o6HapykuBaiach

y HEKOTOPBIX, HO HE y BCeX BUPYCOB 3THX pojoB (Bratlie u Drablos, 2005; Martelli

et. al., 2007).
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KonkypeHTOCTIOCOOHBIE TpeuMyIlecTBa BUpPycoB, komupytomume AlkB
JIOMEHBI HE W3BECTHBI. bbuto oTmeueHo, uto AlkB momeHn oOHapykuBasics
IJIaBHBIM 00pa3oM Yy BHUPYCOB, 3apaKalolIMX JAPEBECHbIE WM MHOTOJIETHHE
pacTeHusl, MPEIIOJIOKUTEIIBHO 3Ta 00JIACTh MOKET YBEIMYMBATH CTAOUIHLHOCTH
PHK reHomMOB BO BpeMs JUIMTENBHON PENPOAYKIMU B €AUHCTBEHHOM 3apaKEHHOM
pactenuu (Dolja et. al., 2006). MoxHO nipeayioxkuTh, uTo oTcyTcTBUE AlKB nomena
MPUBOJNT K YMCHBIICHUIO CTAOMILHOCTH T€HOMa W, KaK CJICACTBHE, K SBHOU
Pa3HOPOJIHOCTH AJIEKCUBUPYCHBIX TEHOMOB BUPYCOB UYECHOKA.

UccnenoBanne  mocieqoBaTENbHOCTEH — peIUIMKa3  aJeKCUBHPYCOB
II03BOJIMJIO YCTAaHOBHUTH HOBBIC B3aHMMOCBSI3H B Ipeneiax cemerictBa Flexiviridae,
B pe3yJbTaTe 4ero, oHO ObLIO paszaencHo Ha cemerictBa Alphaflexiviridae u
Betaflexiviridae (Adams et. al., 2011).

benok, kogupyemsiii nocnenoBaresbHOCTEI0O OPC 2 oTHOcAIENCA K Tak
HA3bIBAEMOMY TPOHHOMY OJIOKY T€HOB, HacuuThIBaeT 241 amuHokucnoTy. (Shallot
virus X, NCBI GenBank: NC _003795.1, Kanyuka, et. al., 1992). «/lanubIii 6e10K
(TBI'1 XBIL), kak 1 poACTBEHHBIE MY OCJIKH JPYTUX BUPYCOB, B TEHOME KOTOPBIX
npucytctByeT ThI', BKiTtouaeT ceMb KOHCEPBATHBHBIX MOTHBOB, XapaKTEPHBIX JIJIS
HT®a3noro/xenuka3Horo JjoMeHa 4to B cymMme aaeT 39% oOieit JuHbl Oemkay
(Morozov, Solovyev, 2003). 1 takum 00pa3om, BEpOSTHO, SIBJISICTCS XETHMKA30M.

benok 3akonupoBannblii mociegoBaTeabHocThi0 OPC 3 (ThI'-2), Takke
BXOJISIIIEH B TPOWHOMN OJIOK reHOB BKJITtouaeT 103 aMUHOKHUCIIOTHI U, TT0-BUIUMOMY,

OTBETCTBEHEH 3a MEXKJIETOUHBIM TpaHcmopT Bupyca (Shallot virus X, NCBI

GenBank: NC_003795.1, Kanyuka et. al., 1992).
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K coxanenuto, B nuTepaType MNPEACTaBICHO OrPAHMYEHHOE KOJUYECTBO
JAHHBIX 00 ATOMW Trpynme OeIKOB. YCTAaHOBJIEHO OMPEEICHHOE CXOJCTBO OEIKOB
TBI'-1 u TBI'-2 tpoitHoro 6soka reHoB XBII u unbIx anekcuBupyco ¢ TBI'
notekcBupycoB (Morozov, Solovyev, 2003). «M3BectHo Takxke, uto TbhI-2,
koaupyembiit OPC 3 reHOMOM JIpyroro BUpyca JaHHOTO pojia, X-BUPYyCa YECHOKA,
OB IETEKTUPOBAH B MOJBHKHBIX LIUTOIIA3MATHYECKUX IpaHyjJaX HEHM3BECTHOM
HPUPOJIBI, ACCOIMUPOBAHHBIX C HOIIIA3MATUYCCKIM PETHKYJIYMOM» (ApPXUIIOB,
2013; Lu et. al., 2011).

borateiii cepunom Oenmok MonekyispHod Maccot 42 kDa (p42)
KOJIUPYEMBIN OTKPBITOM pAaMKON CUMTHIBAHHS 4 pACHOJIOKEHHON MEXKIY TeHaMU
TBI' u Oenka 000JI0OYKHM, HE MMEET rOMOJIOroB 3a mpeneiaamu poxa Allexivirus.
(Kanyuka et. al., 1992).

Beposatao, OPC 4 otHocutca k kareropum ORFans. ORFans He
OOHapy’KHUBAIOT CXOJICTBA HYKJICOTUAHOW IOCIEAOBATEIBHOCTH C KaKUMHU-TUOO
MOCJIEIOBATEIBLHOCTSIMH, MPEJCTAaBICHHBIMH B M3BECTHBIX 0a3ax MaHHBIX. XOTS
npucyrctBue ORFans TeHOB M KOAMPYEMBIX MMM O€JIKOB B OpraHu3Max —
€CTECTBEHHOE  SIBJICHHE,  MOATBEPKICHHOE  MHOTUMHU  HAOJIIOACHUSIMH,
MPOUCXOXKJIEHHE W (QYHKUMUU JAHHBIX OEJIKOB MPOJOJHKAIOT OCTAaBaThCsl TalHOW
(Yin & Fischer, 2008). ¥V Onu3kux ajekCUBUpYycaM, HM3BECTHBIX KapJjia- Hu
notekcBupycoB OPC nomo6HoM 4eTBepTOl OTKPBITOM pamMku cuuThiBanust XBIII
He 00HapY’KEHO, 3a o0JacThio, koaupytomeid TGB, ciaeayer nocnenoBareabHOCTD
reda Oenka o6omouku (Martelli et. al., 2007).

benok p42 cocrouT U3 TPEXCOT BOCBMHAECATH aMHUHOKHUCIOT.
BripaBHuBanue nocnenoBaresnbHocTH p42 XBIII u ero roMonoros, KOaupyembIxX
JPYTUMH aJIEKCUBHPYCaMH, MOKAa3ajl0 TPYU KOHCEPBATUBHBIX JIoMeHa. KopoTkuit
KOHCEPBAaTUBHBINA JOMEH (JJIMHHON 38 aMUHOKHMCIIOTHBIX OCTaTKOB) ObLI HaJIeH
Ha N-KoHIIeBO# oOnactu Oenka, Toraa kak gomeHbl B (68 ocrarkoB) u C (105
OCTaTKOB) OBLJIM PACTIONOKEHBI B IIEHTPATbHOM peruoHe u B C-KOHEYHOH 001acTH,

COOTBECTCTBCHHO.
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AHanu3 (QYHKIMOHAJIBLHOTO 3HAYEHUsl Takoil opranuzanuu p42 ¢ Tpems
obyacTsaMu KIeT nanbHenmux skcnepumMenToB (Shallot virus X, NCBI GenBank:
NC _003795.1, Kanyuka et. al., 1992).

3a TpoiiHBIM OJIOKOM T€HOB y KapJila- U MOTEKCBUPYCOB, U reHamu 32-42K
O€JIKOB y aJ€KCUBUPYCOB CJIEIyET MOCIEI0BATEILHOCTh KOAUPYIOIIasi TeH Oenka
o6onoukn (BO). bemox o6omoukn XBIII HacuuThiBaeT 262 aMHHOKHCIOTHI
(Shallot virus X, NCBI GenBank: NC_003795.1, Kanyuka et. al., 1992).

«IIpu sToMm, C-KOHIIEBas YacTh, BKJIIOYaOIas MNpudIu3uTeapbHO 180
AMUHOKHCIIOTHBIX OCTaTKOB UMEET BHICOKOE CXOJICTBO C KapJia- U MOTEKCBUPYCAMU
(Kanyuka et. al., 1992), a N-koH1ieBbsie 0071acTH MPOTsKEHHOCTHIO 60-70 0CcTaTKOB
(okoso 1/4 mocnenoBaTeIbHOCTH) SIBISIOTCS BapHAaOEIbHBIMHU, YTO XapaKTEPHO
JUTSl HUTEBUIHBIX (DUTOBUPYCOB, Hanipumep notuBupycoB (Koonin & Dolja, 1993).
[TocnenoBarensHOCTH Oesika oOonouku XBIII o6namaer BICOKON rOMOJIOTHEN C
MOCJIEAOBAaTEILHOCTAMM ~ YECHOYHBIX  alleKCUBHpycoB —  Oosee  50%
AMUHOKUCIIOTHBIX ~ OCTaTKOB  SIBJISIIOTCS  JMOO  WACHTHYHBIMH,  JIUOO
romoJiornudbiMuy (Kanomms, 1999).

Pacuetrnas monexkynsipHas macca bO XBIII cocraBnsier 28 k/la, oiHako y
XBII wnaOmromaercs UHTEPECHbI (EHOMEH TreTeporeHHocTH. MeTtonamu
bpakIMOHUPOBAHUS OCJIKOB TIO TOJBMKHOCTH B TOJIMAKPHIAMUIHOM Telle, U
uMyHoOONoTHHTa onpenensitores nBe gpakiuu bO maccoit 28 kJla u 37 k/la ¢
npeobnagannem bO wmaccoit 37 x/la, B KkadecTBe MaXOpHOU (pakiuu.
(Vishnichenko, 1993; Kanyuka, 1992).

[Tocnennuii (B HampasieHun 5°-3") koaupyembii OPC 6 renoma XBIII
necrend Oorateiii 6enok (LIbB), maccoit 15 k/la, umeer B cBoem coctaBe 128
amunokuciot (Kanyuka et. al., 1992; Sumi et. al., 1993; Yamashita,1996; Psi6oB u
ap., 1996; Song et. al., 1998).

«Ibb cxomeH B aMHHOKHCIOTHOM mociemoBarenbHOCTH ¢ 12K Oenkamm
KapJaBUPYCOB, BKIIOMICH y4YacTOK OOraThlii OCTaTKaMH apTHHWHA W YETHIPE

KOHCEpPBATUBHBIX ocTaTka nuctenHay (Kamommun, 1999).
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«IIpeanonaraercs, 4TO OCHOBHOM yYacTOK U CIEAYIOIIME 3a HUM YEThIPE
ocrarka muctenHa 12K OenkoB ¢GoOpMHUPYIOT TakK Ha3bIBa€MbId  «IMHK-
CBsI3bIBaIONIMH manen». OJHaKo B aMUHOKHUCIOTHBIX TMocieaoBaTeabHOCTAX 15K
aJIEKCUBUPYCOB  PACIIOJIOKEHUE KOHCEPBATMBHBIX OCTATKOB IIUCTEMHA U
TUCTUAWHA OTJIMYaeTca OT mogoOHoro pacmnojoxkenmss B 12K Oemkax
kapaaBupycoBy (Kamommun, 1999). «BepositHo, hyHKIME Oenka B OmpeaeeHHON
creneHu aHanoruuHbl 12K Oenky kapliaBUpycOB CHOCOOHOMY, KakK HEJaBHO
MOKa3aHO, CBSA3BIBATh HYKJIIEMHOBBIE KUCJIOTHI U y4acTBOBaTh B cymnpeccuu PHK-
CAlJICHCHHTa W PEryJSIHUUA SKCIPECCHH TCHOB PACTCHUS-XO03IMHA» (ApPXHIIOB,
2013; Senshu et. al., 2011).

Takum oOpa3oM, MOXHO YTBEpXAaTh, YTO I€éHOM X BHUpyca IIajoTa
KojupyeT ciuenytome Oenku (B HampasieHuu S5'- 3'): PerummkasHbiif, Oenku
TpoitHoro 6sioka reroB (TBI'-1 u ThI'-2), ORFan 6enok "P42", 6enok 060104k u

nectenH-oorateiil 6enok (Kanyuka et. al., 1992).

2.5. Cunre3 in vitro mosHopasmepHoil k/IHK-konuu renomuoit PHK XBII

HccnenoBanue 53TanoB WH(MEKIMOHHOTO MPOIECcca, CIOXKHBIX MpodseM
B3aMMOJICUCTBUSl BHUPYC-XO35IMH, OKCIPECCUU BUPYCHBIX T'€HOB U (yHKUUN
Bupyccnenupuuneix OenkoB PHK-cogepkamux BUpYycOB, Kak MpPaBHIIO,
MpEAIoJaraeT nojy4eHue nojgHopasMepusix k-JIHK komumii BUpycHoro renoma.
(Kanomwun, 1999).

Cornacro Watson & Jackeson, 1986, mony4enue k-/JIHK xornuu renoMHO#M
PHK Bupyca, Bkmrouaer cunte3 «mepBou uenu k-IHK B pesynerare peakunu
0oOpaTHOM TPAHCKPUMIIMH, C MCIOJIb30BAHUEM B Kau€CTBE MaTPHIIbl BUPHOHHOMN
PHK. 3arem ¢ momomisto I[P cuHTE3MpYIOT BTOPYIO IEMb C aMIUTH(pUKAIMEH
MPOYKTa, UCTIOJIb3Ys MPH ATOM (hJIaHKUPYIOIIUE npaiimepsl, ocie yero k-JIHK
KJIOHUPYETCS B OaXoAsui Bektopy» (Kanomm, 1999).

Bnepsbie nonnopasmepnyro k- IHK xonuro X Bupyca manora nosy4uwiu B

2000 r., coTpynHUKHU JabopaTtopuu MosiekysipHoit Bupyconorun BHUUCBH.
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«ITP-pparment X Bupyca manora JIuHHON okono 9 kb BcrpanBanu B
miazmMuael Bluescript 11 KS- uw pUC 19 mno caiity pectpukiuu Smal.
Tpanchopmanuto npoBoaunu B kietku DHSa. OT6op KIIOHOB OCYIIECTBISUIN C
MIOMOIIBI0 PECTPUKTHOTO aHAJIA3a M  CEKBEHUPOBAHUSA IO  KOHIEBBIM
rociieIoBaTeIbHOCTSIM BcTaBok» (Kanommn, 1999).

«Knonsl, umeromue Ha S'-konue npomotrop T7 PHK-nonumepasst u Ha 3'-
KoHI1e noiu (A) Tpek jummHHOU 15 Hykieotuaos (4 B pUCI9, u 2 B Bluescript 11
KS-) 6s1mn 0TOOpans! k ganpHeken padore» (Kamommn, 1999).

Jns tepmunauuu Tpanckpunuuu JIHK matpuily nuHeapusupoBaiu co
CTOpPOHBI 3'-KOHIIA TpaHCKpUOHpyemoul BcTtaBku. B ciyuae kimonos B pUC 19
TPAHCKPUNTHI UMEJIH Ha 3'-KOHLEBOM IMOCIEAOBATEIBHOCTH KPOME IISITHALATH
HYKJICOTHUJIOB, TPUHAJICKAIIUX BHUpycHOMY, Tonu-(A) Tpeky eme 201
HEBUPYCHBIX Hykjeotuna. Kiionel, mnonyuenneie B Bluescript 11  KS-
JUHEeapu3upoBad ¢ goOaBieHreM 22 u 37 HEBUPYCHBIX HyKJIeoTHaa. «Takum
oOpa3oM, ObUTM OTOOpaHbI KJIOHBI, KOHIIEBBIE IOCJIEIOBATEILHOCTH KOTOPBIX
COOTBETCTBYIOT KOHIIEBBIM MociienoBarenbHocTsIM reHomHo PHK» (Kamomms,
1999).

«IIpu wucnonb30BaHMM BCEX KIOHOB, COAEpPKALIUX IOJIHOPA3MEPHYIO
k/IHK, Beixon PHK-tpanckpunrtos cocrasisii, B cpeaneM, 2 Mxr Ha 1 mxr JIHK-
Matpulibl. B mpolecce peakiuu OCYIIECTBISUIOCh KA3MUPOBAHUE MPOIYKTOB,
nockoneky Hammuune m'G(5)ppp(5')G  sBaserca HEOOXOAMMBEIM  YCIOBHEM,
00€eCIeYnBaIOIIMM CIIOCOOHOCTh TPAHCKPUIITOB MHIYIIUPOBATh MH(EKIIMOHHBIN
nporiecc in vivoy (Kamomms, 1999).

ITonnopasmepHubiii kioH 32-E Ha ocHoBe Bektopa pUC 19, okaszancs

HauOosee nadexmonHsiM. (Vishnichenko et. al., 2000, 2001).
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2.6. Undpexuuonnbie PHK-Tpanckpuntsl nosiHopazmepuoi kK IHK-konmun
renomHoii PHK XBIII B ki1eTkax nepeBuBaeMOi JMHUM KJIETOK CaAXapHOil
CBEKJIbI

«B  KayecTBe HSKCIEPUMEHTAIBHOM CHUCTEMBI I  MCCIEIOBaHUS
MOJICKYJISIPHBIX MEXaHU3MOB MH(EKIIMOHHOTO Ipoliecca BBI3BIBAEMOT0 X
BHUPYCOM IIAJIOTa OBLJIO MPEIJIOKEHO UCIIONb30BaTh MPOTOIIACTHI TEPEBUBAEMON
JUHUU KJIETOK CaXapHOW CBEKJIbI TPaHC(HUIIMPOBAHHBIX TPAHCKPUIITAMU
nosHopasmepHor kJIHK-kormmmu reroma XBII» (Kamomun, 1999; Vishnichenko
et. al., 2000, 2001).

«BpI00p UCTOUHKKA TPOTOILIACTOB ONMPEEISIICS JOCTYTHOCTHIO MaTepuraa
U yA0OCTBOM MAHUNYJISAIUMA C HUM, TaK KaKk HE OrpaHUYEH MPUPOIHBIMU
X035€BaMU BUpYCa IMOCKOJbKY B JAHHOM CJIy4ae PE3UCTEHTHOCTh K BUPYCHOMU
MH(DEKIUU TPOSBIIAETCS TOIbKO HA OPraHu3MeHHOM ypoBHEe». (Kanomwun, 1999).

«IlepeBuBaeMas JTMHUA KJIETOK CAXapHOM CBEKJIBI (IUTaMM 211) CTaOUIIBHO
nojanepxxuBaiack B Mactutyte dpusmnonoruu pacrenniit PAH B Teuenue yxe 6oiee
20 7neT W OpH KCHOJB30BAHMM CTAHAAPTHBIX METOAOB TMO3BOJISIET MOJIY4YaTh
YKU3HECTIOCOOHBIE TTPOTOIUIACTHI B MPAKTHUYECKH HEOTPAHMYEHHBIX KOJUYECTBAX
BHE 3aBUCUMOCTHU OT BpeMenu rogay (Kanomms, 1999).

«IIpoTomyactel Mojyyaau U3 KIETOK CaxapHOW CBEKJbI, HAXOJSAILIEHCS B
cepenuue jgorapupmuyeckon dasnl poctay (Kamommun, 1999).

«IIpoTomactel coXpaHsid KU3HECTIOCOOHOCTh, OKOJIO 5 yacoB. He MeHee
90% mnpoTomIacTOB B CYCIEH3WH OCTABAIOCh HWHTAKTHBIMU BO BpeMs
skcnepumentay (Kamommn, 1999).

s wHokymsamuu  0.7x106 mpotomnactoB wucnonb3oBain  10-20 Mkr
BupuoHHod PHK wu 150 Mkr TtpanckpuntoB. MeHbIIME KOHIIEHTpAllUd HE

BBI3BIBAIM MH(DEKIIUIO.
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«Kak cnenyer u3 pe3ynbTaTOB HMMMYHORJEKTPOHHOW MHUKPOCKONHUH, B
WHOKYJIMPOBAHHBIX ~ MPOTOIUIACTaX CHUHTE3UpPYeTCsl OeJoK  O0O0JIOUKH, W
dbopMUpYIOTCS BHUPYCHBIE YaCTUIIBI JEKOPUPYEMBIE AHTHUCHIBOPOTKOW MPOTHUB
XBII» (Kanomwun, 1999).

«Takum 00pazom, MOKa3aHO, YTO B MPOTOIUIACTaX MEPEBUBAEMOMN JIMHUU
KJIETOK CaXapHOMW CBEKJBI B PE3YyJIbTATE MHOKYJSIUMU UX TpaHckpunrtamu K-JIHK
resomMHoit PHK XBII uHunmupyercss HOpMajibHbIM WH(PEKIIMOHHBIM IMpoIece,
3aKaHYMBAOIIUKCA (POPMUPOBAHUEM 3PENBIX BUPYCHBIX YacTHll. B manpHelmem
noJIo0Has cxema, TO eCTh ModaydeHue nosHopasmepHoit k/JIHK-konuu reHoMHoi
PHK XBII, cunTe3 MHGEKIIMOHHBIX TPAHCKPUNTOB U co3faHue 3(PpPpexkTuBHON
MOJIEJIBHOM CUCTEMBI TPAaHC(HEKIMU MPOTOIIIACTOB CaXapHOM CBEKJIbI MO3BOJIAT
JETAIBHO MCCIIEN0BATh MOJIEKYJIIPHbIE MEXaHU3MBbI permkanuu reHoMHoil PHK,

OKCTIIPECCHH BHUPYCHBIX OenkoB u dBomonuu XBI» (Kamommnu, 1999;

Vishnichenko et. al., 2000, 2001).

2.7. Yuactue ORFan 0enka p42 B popmupoBanuu BupuoHoB XBIII

ORFan Oenok p42 B NETEKTHUPYEMBIX KOJMYECTBAX OOHAPYKUBAETCS B
pacTeHusiX, B KOTOpPbIX MpUCyTCTBYIOT yacTuilpl XBII (Apmasa u ap., 1995).
Csa3p nmanHoro Oenka ¢ (OpPMHUPOBAHMEM BHPHUOHOB X BHpyca IIajoTa
UCCJIEN0BANIACH B 3KCIEPUMEHTAIBHON CUCTEME HA OCHOBE KJIETOYHOM KYJIBTYPBI
caxapHON CBEKJIbl TpaHC(EHPOBAHHBIX KOHCTPYKIUSMU 3KCIPECCUPYIOLIUMU
reHoMHble PHK Tpanckpuntel X BHpyca manora IMKOr0O ¥ MyTaHTHOTO THUIIOB.

MytanTHas renomuas PHK XBIII conepskana HedyHKIIMOHATBHBIN O€10K
p42, moyiydeHHBIH METOJIOM MYTAallMM CIBUra paMKu cuuTbiBaHus (frameshift
mutation). IlpucyrctBue MyTanuu B OTOOpaHHBIX KJIOHAX IPOBEPSIIH
pectpukunoHHbIM aHanu3oM (Vishnichenko et. al., 2002).

B nmanpHelimeMm kieTtouHas KyJIbTypa IPOTOILIACTOB CaXapHOW CBEKJIBI
TpaHCHUIIUPOBATACh KOHCTPYKIUSMH OJKCIpeccupyomumu TeHoMmHble PHK

TpanckpunTbl XBIIl 1UKOro 1 MyTaHTHOT'O THIIOB.
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Hakomnenne ~ OelKOB — aHaIM3UpPOBAIOCh ~ MMMYHOOJOTMHIOM |
MMMYHHODJIEKTPOHOM MHKPOCKOIIUEW C AHTUCBIBOPOTKAMH OTHOCHUTEIIBHO
peKOMOMHAHTHOTO KarcuaHoro oenka (As37), 42K (As42) u 15 K (Asl)).

JleTexkuuss *MMYHOOJIOTTUHIOM TOKa3zaya npucyTcTBue 37K KamcujaHoro
OeJika B mpenaparax, CoAepKaluXx KOHCTPYKIMU U JUKOIO U MyTaHTHOT'O THIIOB.
VY xancugnoro 6enka XBIII, u3 TpanchennpoBaHHBIX KJIETOK CaXapHOW CBEKJIbI,
Obl1a OoJsiee HU3Kas SIEKTPOPOpeTHYEecKasl MOABUKHOCTh IO CPABHEHHIO C
OeNKOM, B3STBIM M3  JKCTpakTa JykKa-majgora, 3apaxkeHHoro ShVX.
NMMYyHO3JIEKTPOHHAS] MUKPOCKOIIHS IOKa3aJia HAJTUYUE BUPYCHBIX YACTHUI] TOJIBKO
B JKCTpaKTaxX MPOTOIUIACTOB MHOKYJIHMPOBAHHBIX TPAHCKPUNTAMU IHKOTO THUIIA.
[IpoTronnacTsl WHOKYJIMPOBAaHHBIE TPAHCKPUIITAMH KOHCTPYKUUN HECYIIMX
MyTaHTHBIN p42 cofiepkalid arperaThl Oeska 000JI09KU. AHTUCBIBOPOTKA As1S He
B3aMMOJIEUCTBOBAJI C BUPMOHOM X BHpYCa IIAJIOTA.

Takum oOpaszom wmytanuas B OPC 4 Onokupyromass >KCIPECCHUIO
byHKIIMOHATBFHOTO p42 mpensTtcTBoBasia (GopMupoBaHuio BupuoHoB XBIII.
MouieKyJIIpHBI MEXaHM3M S3TOr0 Bce elle HesceH. Bo3moxHo, 42K Oenok
JENUCTBYET Kak Ko(akTop B3auMOAEUCTBUS Oellka 000J0UKH BUpPYCa C TEHOMHOM
PHK Bo Bpems cOopku BUproHa. MoiieKyJibl p42 BKIIIOYEHBI B 3pPENIbIE BUPUOHBI.
NMyHHOSJIEKTPOHHONM MHUKPOCKOIMEN IMOKa3aHa JoKanu3aus p42 Ha TOpPUEBBIX

yuactkax Bupuona XBII (Vishnichenko et. al., 2002).
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3. DBOJIIOIUA AJIJIEKCUBUPYCOB
3.1. O6mme Mmexanusmbl IBoaonnu purosupycos ¢ PHK renomom
Opomtonusi  (UTOBUPYCOB, TMOAYHMHSICTCS OOIMMM  3aKOHOMEPHOCTSIM
ABOJIIOIIMOHHOTO TPoIlecca OpraHuYecKor MaTepur U (PYHKIIMOHUPYET B TECHOU
B3aMMOCBSI3M W B3aUMOBIMSHUU C dBomronmedr xo3seB (Duffy et. al., 2008).
B3anMocBs3p ¢ DBOmIOLMER X035€B, HEOOXOOUMOCTHL OOXOIUTh MEXaHU3MEI
AHTUBUPYCHOT'O (PUTOMMMYHHUTETA IMPUBEJIA K PA3HBIM ITyTSIM a/IanTallid TEHOMOB

pacTuTeabHBIX BUpycoB (Tabmuma 2).

Ta6nuna 2. PHK-reHOMBI HEKOTOPBIX pOJOB (DUTOBUPYCOB.

Cxema cTpoeHus reHoMa. | YKa3aHue [TomsipHOCTB [IpencraBurenn
K CXEMaTHYECKOMY
M300paKEHUIO.
I'enomHuas PHK | (+) TobamoBUpYChI
Cap 45 OJIHOLIETIOYEYHAs, (TMV, BHPYC
JIMHEHHAas. TabaYHOU MO3aUKH )
5-Ksn m’GppNp (rze
N — 0o
HYKJIEOTHUN), KaK
npasuno, m'GpppGp
win m’GpppAp.
3'-rTPHKmoxo0OHas
CTPYKTYDa.
VPe AAA | ['eHOMHas PHK | (+) [Motusupycsr (PPV,
S OJTHOLIENIOYEYHas, Bupyc HIapKH
JIMHEWHAas. CJIUBBI)
S'-TepMUHATILHBIN
0eJIoK,
3'-nonm-A Tpex.
Cap AAA | I'enomnas PHK | (+) IToTekcBupychl
— OJIHOLIEIIOYEYHas, (PVX, X Bupyc
JTMHEHHAS. KapTodens).
o' — Ko, Kapnasupycst
3' - monu-A Tpex. (PVM, M Bupyc
kaproderns)
_— I'enomHas PHK | (+) KykymoBupycCHI.
—_— - OJIHOLIETIOUEYHas, (CMV, BUPYC
JMHEWHAas, OTYypEe4YHOM
CErMEHTHPOBAaHHASI. MO3aNKH)
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I'enomHuas PHK | (-) HyxneopabaoBupy
OJIHOIIETIOYEYHas, cel. (PYDV, Bupyc
JIMHEHAs. KENTON
KapJIMKOBOCTHU
kaptoderns).
[{utopaboBUpYyCHI
(SCv, Bupyc
MOPIIMHUCTOCTH
3EMIISTHUKH).
— JIBynienoyeyHas, () DUTOPEOBHUPYCHI
J— -_— JMHEHHas, (RDV, BHUPYC
- cerMeHTupoBaHHas (8- KapJINKOBOCTH
11 cermeHTOB) puca)
L M S OpauorenoyeyHas, ) TocnoBupych
KOJIbIIEBAS, M u S | (TSWV, BUpYC
O O O cerMeHTupoBaHHass (3 | CErMEHTHI HSITHUCTOTO
CUTMEHTA) HCIIOJIB3YIOT yBSIZJaHUSI TOMATOB)
amOuceHc
CTpaTETHIO
TPAHCKPUIILIUU

Tak kak onucaTe HAaNpaBJICHHOCTh 3BOJIOLMOHHOIO Ipouecca H
OCOOEHHOCTH T€HOMOB BCE€X (PUTOBUPYCOB HE MPEICTABISAETCS BO3MOXKHBIM B
KOHTEKCTE JJaHHOW paboThl, B JaJTbHEUIIIEM OrpaHUuIUMCS 0030poM (PUTOBUPYCOB,
reHoM Kotopeix mpenacraBieH PHK mmoc momspuoctu, (+) PHK. B mepsytro
ouepe/ib UHTEPEC MPEICTABIISIOT AJIIEKCUBUPYCHI U (PUTOBUPYCHI, TEHOM KOTOPBIX
MMEET SBHYIO TOMOJIOTHIO C aJEKCUBUPYCHBIMU T€HOMaMmu (Kapja- H
MTOTEKCBUPYCHI).

['eHOM MOTEKC- M KapJIaBUPYCOB COJEPKUT HECKOJBKO OTKPBITHIX PAMOK
CUMTBIBAHUSI, TPAHCITUPYIONINX BUPYCHBIE OCIKH C pa3InIHON (PYHKITUEH.

5" — obnacte reHomHoii PHK xsmmpoBana. Ksm mpexacrasisier coOoif
MOAU(PUIMPOBAHHBIA PUOOHYKIEOTU]T (7-METUITYaHO3MH), CO€IUHEHHBIN 5',5'-
TpudochaTHEIM MOCTHKOM ¢ TiepBbiM Hykieotungom PHK. 3' — konen

MMOoJIMaJCHUIIMPOBAH.
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['eHoM anekcUBUPYCOB KOMOMHUPYET OCOOEHHOCTH T'€HOMOB IOTEKC- U
KapJjaBupycoB. B wactHocTH, 5°- 001acTh reHoMa X BHpyca IIajoTa MpOTOTHUIIA
pona Allexivirus cXoaHa MO CTPOCHHIO C 5°- 00JaCThIO T€HOMA MOTEKCBUPYCOB,
Torja kak 3’- reHoMHas oOjacte XBII, HanpoTuB, cxoaHa MO CTPOEHHUIO C 3’
obmnacTrio kapnaBupycos (Kanyuka et. al., 1992).

Oco06eHHOCTHIO ABOIOLIMK BUPYCOB, B TOM unciie ¢putoBupycoB ¢ (+) PHK
T€HOMAaMH, SIBJIIIOTCS, OOJIbIIIKE pa3MePhl MOMYJISIUN PU MaJIOM BPEMEHU CMEHBI
MOKOJICHHM, BBICOKME TEMIIbl HAKOIUJIEHUS MYTAallMid, Apei( TNeHOB U BBICOKAS
yacToTa pekomMOuHaiuii npu cmemanHod uHdeknuu (Duffy et. al.,, 2008). B
PABHOM CTENEHU 3TO CIIPaBEUIMBO U JUIS Kapia-, OTEKC- U AJJIEKCUBUPYCOB.

Hpeiid reHoB - MeMJIEHHbIE MPOJOKUTEIbHBIE W3MEHEHUS B F€HOME B
HOMYJSIMKM B PsiAy MOKOJIGHUM MMOJ JEHCTBUEM CIydalHBIX (CTOXaCTHUYECKHUX)
(akTOpoB B YCJHOBHSX OOJBIIOrO0 KOJIMYECTBA MYTALMA NpPU TPAHCKPHUIILUN
reHeTUYeCcKoil nHpOopMaInH.

Yposenb myTtanuii BupycHoro PHK renoma cocraBnsier, kak npasuio, 0.4 -
1.1 nykneotuanbix MyTanuii Ha reHoM (Drake and Holland, 1999). Takoii ypoBeHb
MyTaluii, o kpaiineit Mepe, B 100 pa3 Brillie, 4eM ypOBEHb MYy TAIIUN XapaKTEPHbIN
1151 BUpycoB ¢ JIHK renomom u 6aktepuii u o0ObscHseTcs HecriocoOHocThio PHK
3aucumoil PHK nonumepassl ucnpapiate ommOku peruvkauuu (Steinhauer,
1992).

[IponomkuTenbHbIE U CTy4aliHble N3MEHEHU S, 3aKIIF0UAIOIINECs] BO BCTaBKE
HEIPaBUJIBHOIO OCHOBAaHMWS, B MPOU3BOJBHOM Y4YaCTKE TI€Ha IPUBOAHUT K
U3MEHEHHUIO KOJUpyeMoro UM Oenka (OOBIYHO 3aMeHa OJHOM WM HECKOJBKHX
AMUHOKHUCJIOT), YTO MOKET MOBIUATh Ha 3(P(HEKTUBHOCTH HHPEKIIMOHHOTO

poIiecc.
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KonupoBanue ommboK B Ipouecce PeIUIMKALMK BbI3bIBAET U3MEHEHUS B
€CTECTBEHHO! NOMYJISILIMKA (PUTOBUPYCOB, IPUBOJISALIIE, HAIIPUMED, K YBEITUUEHUIO
NaTOTEHHOCTH WK TpeooieHuio ¢akrtopoB ¢utoummyHTuTeTa (Escriu et. al.,
2003).

C npyroii cTOpOHBI, Apeid TEHOB W OOJBIIOE KOJIMYECTBO MYTAIlAM
CIOCOOHO MPUBOANTH K (PYHKIIMOHAIBHO 3HAYMMBIM OIIMOKAM TreéHOMa WU HX
HEraTUBHOMY  (PEHOTUIIMYECKOMY  MpOSABICHUIO. DOUTOBUPYCHl  CIIOCOOHBI
KOMITEHCHPOBATh MOA00OHOE HEraTUBHOE BO3/ICHCTBHUE 3aMEHSsI yHaCTKH T€HOMa Ha
TOMOJIOTUYHBIE IIOCJIEI0BATEIBHOCTH HCIOJIB3Ysl MOJIEKYJISIPHBIE MEXAHHU3MBI
npouecca PHK-pexom6unaruu (Lai, 1992; Nagy and Simon, 1997).

PHK pekomOuHanmss — mnpouecc oO0pa3oBaHUsS HOBBIX (JIOYEPHHUX)
nocienoBarenbHocred PHK w3 1ByX WM HECKOJNBKHMX IPEAIIECTBYIOIIMX
(poautenbckux) monekyn PHK, Bkmrouarommii pasnmuunbeie nepectpoitku PHK-
T€HOMOB (BCTaBKH, J€J€IMU, 0Opa30BaHUE XUMEPHBIX MOJIEKYJ U Ap.). Takum
oOpa3omM, HapaBHe ¢ penapatuBHOW QyHkiuen mexann3sM PHK - pekomOuHanuu
ABJISIETCA JBWXKYILEH CHJIOM DBOJIOUMOHHBIX W3MEHEHWH BUPYCHOW MOIYJISLNN
(Bujarski, 2013).

«ITepBble OnoxuMuueckue nokazarenberBa BupycHoil PHK-pexomOunanmu
ObLIM TOJIyYEHBbl B pe3yJbTaTe aHalu3a OEJIKOB PEKOMOMHAHTHBIX BHUPYCOB
noaromuenuta (Romanova et. al., 1980) u Bupyca simrypa» (King et. al., 1988).

«Y ¢uroBupycoB ¢ (+) PHK renmomom PHK-pexkomOuHaius BriepBbie
NoKa3aHa MpU UCCIIEIOBAHUN BUpPYCa MO3aUKU KOCTpa ceMeiicTBa OGpOMOBUPYCHI
(Bujarski and Kaesberg, 1986) m oTHocsmierocss Kk KapMOBHpYycaMm BHpyca
ckpyueHHocTHu TypHenca» (Cascone et. al., 1990).

Monekynsipabie MexaHu3Mbl, oOycnapnuBatone PHK pekomOunammio y
GTOBUPYCOB, Ha JIaHHBIH MOMEHT €II€ HE YCTAHOBJECHBI MOJHOCTHIO.
PemukatuBHass wMopens pekomouHanuu PHK  mnpenmonaraer pasnuusbie
nepectpoiiku moJiekyn PHK oOycrnoBnenusie cnocobHocthio PHK-3aBucumoit

PHK-nonmumepa3sbl MEHSTh MaTPUILy MPU PEITUKALIMKU POJAUTENHCKIUX T€HOMOB.
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«PernnukaTuBHas MOJENb PHK-pexomOunanmu pPEAIONaraeT
HermocpencTBeHHoe ydactue BupycHodt PHK-monmmepassl, 4yTo ObLIO MOKa3aHO
npu uccienoBanuu Bupyca nonmuomuenutay (Cooper et. al., 1974). A rtaxxke
BHUpyca Mo3auku kocTpa (Nagy and Bujaski, 1995).

«HepermnmukatuBHass MoOAeNb, WIA MOJENb  «Pa3pbIB-TUTHPOBAHUE
JIOTTyCKaeT OCylIeCTBIIeHNE pekoMOnuHaiuu Mexay Mosekyiaamu PHK 6e3 yuacTtus
PHK-3aBucumoit PHK-monuMepasbl 3a cyeT pa3pblBOB B MPEABAPUTEIIHHO
CUHTE3UPOBAHHBIX poauTenbckux Mosiekyinax PHK onHux MexHYKI€OTHIHBIX
KOBAJEHTHBIX CBsi3ed M 00pa30BaHMA HOBBIX B JouepHerd Mmosekyine PHK»
(Bujarski, 2013).

«PexoMOuHanusi, 00ycCIOBJIEHA pACIOJIOKEHUEM MECT IMepeKpecTa Ha
IPOTSKEHHBIX YUACTKaX C BBICOKOM cTeneHbto romonoruu. OdpazoBaHue BUPYCOB
C HOBBIMU (PEHOTUIHMYECKUMU IPU3HAKAMU TOCpPeACTBOM reHermdyeckoil PHK-
pPEKOMOMHAIMY, BEPOATHO, UAET MO OJIOYHOMY crocoOy, 3a cUeT Nepeaadu Jpyr
npyry GyHKIMOHATBHO 3HAaYMMBIX Moxyiei» (Lai, 1992). MonynbHbiii 0OMeH
XapaKTepeH, Halpumep, ik pekoMOuHanuu JiroteoBupycoB (Pagan and Holmes,
2010). IIupoko mpencraieHa pekomOuHanus PHK B mpenenax ecTecTBeHHBIX
nomyysiuid cemerictea Potyviridae. (Bousalem et. al., 2000; Yamasaki et. al.,
2010). Kpome Toro, peKOMOMHAHTHbIE T'€Hbl OTMEUYEHbl B T€HOMAaX BHPYCOB
cemeiictBa Closteroviridae u Bromoviridae (Moonan et. al., 2000).

YacTtora pekoMOMHAIMHU, MO-BUAUMOMY, 3aBUCUT OT NPOTSXKEHHOCTH U
CTETICHU TOMOJIOTUM TIpeArnojaraeMplx caitoB poautenbckux PHK, dro Obuio
ormeueHo y OpomoBupycoB (Nagy and Bujaski, 1995, Bruyere et. al., 2000) u
notuBupycoB (Varrelmann et. al., 2000). 3BecTHO 0 pekOMOUHAIINN Yy OJIU3KUX K
aJIeKCUBHpYyCaM IO CTpOeHHIo 3’ 00JacTH TeHoma KapilaBupycoB. Brepsbie
oOHapykeHa peKoMOUHalMsl OOBIKHOBEHHOI'O JIATEHTHOTO BHpyCa YECHOKa
(GarCLV), mpuyeM, MNO-BUAMMOMY, TOYKH IME€pPEKpecTa pacrpeeseHbl Mo

TIOCJIEI0BATEILHOCTH IeHa Karcuaaoro oenka (Pramesh et.al., 2013).
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Tak >xe cooOmasiock 0 pekoMOMWHAIMSIX KarcugHoro Oenka B Bupyca
xpuzanTemsl (Singh et.al., 2007) u 6eccumnromHoro Bupyca nuiuit (Singh et.al.,
2012).

AHanmu3z pexomOuHaHTHOro Bupyca PepMV-US2 wmo3auku Tomata
IPEICTAaBUTENS TOTEKCBUPYCOB OJIM3KMX aJeKCUBHUpPYCaM IO CTPOCHHIO 5’
o0JacTd TeHOMa HANpOTHB MOKa3ald YTO PEKOMOMHAIMSA MPOU30ILIA MO TeHaM
konupytomum Oenku PHK 3aBucumoit PHK nomumepaset u ThI' 1 (Hasiow-
Jaroszewska et. al, 2010).

JlaHHbIE O BO3MOXKHBIX TOYKaX PEKOMOMHAIIMU aJIEKCUBUPYCOB B
JUTEpaType HE NPEACTABICHbl. YUUTHIBasA, 4YTO TE€HOM aJEKCHUBUPYCOB
KOMOMHUPYET OCOOCHHOCTH T€HOMOB TOTEKC- U KapJjaBUPYCOB, BOIMPOC O
BO3MO>KHOM BO3HHKHOBEHHH QJIEKCUBUPYCOB KaK PEKOMOMHAHTOB 3TUX BHUPYCOB
OCTaETCs OTKPBITHIM.

N3BecTHO, 4TO HAa PEKOMOMHAIIMIO BUPYCHBIX T'€HOB MOTYT OKa3bIBATh
BIUSIHUE KJIETOYHBIE (AKTOPhl OpraHuM3Ma XO3siMHa, HampuMep YCTaHOBJIECHO
B3aumozeiicteue obnanaromero (+) PHK reHomoM Bupyca KycTHCTOM
kapiaukoBoctd TomatoB (TBSV) ¢ kiertounbiMu  (pakTopamMu  JIpOXKeEH,
TIOJIABJISTFOIIIUMHE WJIM HHAIUUpY oMUy pekomOunaanuto PHK TBSV (Serviene et.
al., 2005; Nagy, 2011).

OueBHIHO, YTO B3aUMOBIIMSHHUE C OPTaHU3MOM XO3SIMHA U B3aUMOCBSI3b C
€ro DBOJIIOIMEH MOXKET NPUBOAUTH K JBOJIOUMOHHOW JUCTAHIIUU MEXIY
MOMYJISIIASIMA BHUPYCOB TEPCUCTHPYIONMUX B Pa3HBIX reorpaduyecKux 30HaX.
Hampumep, <¢unoreHeTnyeckuii aHajau3, TMPOBEICHHBIN JJII  WHIUMCKOU
MONYJISIUU JJATEHTHOT'O BUPYCa YECHOKA U elle 37 U30JIATOB 3TOr0 KapJlaBupyca,
nokasayi GopMHUpPOBaHUE NBYX (PHIIOTCHETHUECCKUX MOATPYII. MHAMINCKUN U30IIAT,
chopMHpoBal COOCTBEHHBIN KJIacTep W TPYHIUPOBAJICSA C JIATEHTHBIM BUPYCOM
ayka-manot (SLV) u necsateio IpyruMu BuaamMu KapiaBupycoB. OctaBiiuecs 26

BHJIOB KapJIaBUPYCOB I'PYIIIUPOBAIOCH B OTAEIBHOM TPYIIIIE.
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B coBpeMeHHBIII mepuoJ TEMIbl HBOJIIOLUK (DUTOBUPYCOB elle Oosee
YCKOPUJIMCH B PE3YJIbTATE YCUIUBAIOLIETOCS IABJICHUS aHTPOIIOTEHHBIX (PAKTOPOB
(HoBukogsa, 2007). Temnbl 3BOTIOLUOHHBIX H3MEHEHNI AJIEKCUBUPYCHBIX TECHOMOB
TpeOyIOT  JIONOJHUTENBHBIX HCCIEJOBaHUM, OJHAKO pPAa3BUTUE METOJOB
CEKBEHUPOBAHMSI T'€HOMOB, BCE OOJbIIEE YJEUIEBICHUE IaHHBIX TEXHOJOTUN
MO3BOJIIET HMHTEHCU(PHUIIMPOBATh pabOThl, HAMpPABICHHBIE HA WCCIIEOBAHHE
HBOJIIOLIMOHHOW TE€HOMHUKHU 3TUX (purtoBupycoB. MHTepecHO ObLIO OBl Yy3HATH
YPOBEHb HAKOIUICHUs] MyTaluid X BUpPyCa IIAJIOTAa — IPOTOTHIIA AJEKCHUBUPYCOB
NEPCUCTUPYIOLIETO B TEUEHHUE JJIUTEIBHOIO BPEMEHH B OJHOM reorpaduyeckoit

30HC.

3.2. KoHuenuusi BAPYCHOr0 KBa3UBHAA
«Mogenb KBa3UBUIOB ObLIa MpejIokeHa DireHoM B Havase 1970-x rooB.
OTa MOAENb ONMCBIBACT HBOJIOLUIO momyisuun  makpomonekyn PHK,
KOJUPYIOIUX  HacieAcTBeHHYI0 uH(opmanuo» (Peapko, 2020). «Ilpu
pasmHOokeHun Monekyn PHK mpoucxomur kommpoBaHue  Haciemayemowu
uHpopmaruu. OmumbKy B Mpoliecce KOMUPOBaHUs MpUBOAAT K myTarusm PHK.
DBOJIIOLMS TTOMYJISILIMKA TPUBOAUT K OTOOPY KBa3WBHAA — TAKOTO PACHPEAEIICHUS
nenoyek PHK, B kotopoe Bxomut kak "Hammyumas PHK", pasmuoxaromascs c
MaKCHUMaJbHOW CKOpPOCTHIO, TaK M OJM3KME K HEW IETOYKH, OTIMYAIOIIMECs OT
ATOM HaWJTydIled MyTallMOHHbIMU 3aMeHamuy» (Penbko, 2020).
«XapakTep 3BONIOLUHU CYIIECTBEHHO 3aBUCUT OT YUCIEHHOCTH NOMYJISILUH N.
Ecimm n ouens Benmko (n>>21), To ymcIeHHOCTH 0co0eil KakIoro BHA
MOXHO paccMaTpuBaTh Kak OOJIbIIME 4YHCIAa, a OJBOJIOLNUI0 — Kak
JIETEPMUHUPOBAHHBIN mporece (25 — o0miee YneIo pasnMuHbIX HENOYeK JUIMHBI L
C IBOMYHBIMH CUMBOJIaMU). B 3TOM citydae 3BOTIONMOHHAS AUHAMUKA MOMYJISLUAN
MO>KET ObITh ONTMCaHA CUCTEMON OOBIKHOBEHHBIX TU(PPEepeHIINaIbHBIX YPaBHEHUH,

METO/Ibl UCCIIEI0BAHUSI KOTOPBIX XOpoIIo u3BecTHb» (Penbko, 2020).
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«ITokazaHo, 4TO B OTCYTCTBHE MYyTallMii MPOUCXOAUT OTOOp o0cooH,
UMeIoIeld HauOOJNbIIYI0 MPUCITIOCOOJIEHHOCTh, a MNPU HAIMYMKM MyTalud B
pe3yJibTaTe 3BOJIOIUH GopMupyeTcs kBasuBum» (Penbko, 2020).

«OgHa W3 colepX aTelnbHbIX HMHTEpPOpETalMid MOJEIN KBa3HUBUIOB —
sBOIIONMS NONMHYKIeoTHaHbIX nenodek PHK. Takag sBomronus Morna umeThb
MECTO Ha CaMbIX HAYaJbHBIX ATalax MNPOUCXOXJeHUsA ku3HH. llenmouku PHK
MOIJIM CaMOPEIUIMIIUPOBATHCA, OAHAKO TOYHOCTh KOIMHUPOBAHUS MPUMHUTHBHBIX
MOJIMHYKJICOTUAOB ObUla Maljia, MO3TOMY JJIMHA TAaKUX IIEMOYeK Morja ObITh
Tosbk0 HebOombimon. Diren u Illycrep (Biiren u Ulycrep, 1982) npennoxunu
MOJIeNIb THUIEPIUKIIOB, B KOTOpoil Kk nenoykam PHK moGasmnsitorcst dhepmMeHTHI,
KOTOPBIC BBITMOJHSAIOT OMNPEACIICHHBIC KaTaTUTHYECKHEe (YHKIMU U BMECTE C
nernoukamu  PHK  dgopMmupyror  menoctHyro  cucteMy — KOONEPATHBHO
B3aMMOJICUCTBYIOIUX MaKpoOMoOJIeKysd. DepMEHTbl MOTJU CHOCOOCTBOBATH
MOBBIIIIEHNUIO TOYHOCTH KOMHUPOBAHUS, B PE3YyJbTAaTe KOJIMYECTBO MHGOpMAIUU,
KOTOpO€ TaKhe TNPHUMHUTUBHBIE “‘0cOOM” MOIJM TIepefaBaTh ITOTOMKaM,
Bo3pactaino» (Peapko, 2020).

«Mogzenb TUNEPUUKIOB HWHTEPHPETUPYET THUIOTETHUYECKYIO CTaJIUI0
HBOJIIOLINH, KOTOpasi MOTJIa CleA0BaTh 3a KBazuBugaMm» (Penpko, 2020).

«B runepuukie PHK u depmeHTsl KoomepupyroTcs clIeayomuM 00pa3oM:
umerotrcst PHK-nienouku (Ii); i-1 PHK xogupyer 1-it pepmentr E1 (1= 1, 2, ..., n);
dbepMeHThl LUKIMYECKH KaTanu3upyroT pernukanuio PHK, a umenno El
cnocoOctByeT perumkanuu 12, E2 cnocobctByer perumkamuu 13, ..., E n
criocoOcTByeT peruukanuu [1» (Penbko, 2020).

«Kpome TOro, ymomsiHyTble MaKpPOMOJIEKYJIbI KOOIEPAaTHUBHO OOECIEYUBAIOT
MPUMHUTUBHYIO TPAHCISIMIO, Tak 4Yro wuH(opMmanus, 3akomupoBanHHas PHK
[[ETI0YKaMH, TPAHCIUPYETCS B CTPYKTYPY (PEpMEHTOB, aHAJIOTUYHO OOBIYHOMY
MEXaHU3MY TPaHCIISAIMU B Ouojornueckux kiaetkax» (Peapko, 2020).

Cxema rumnepumkia npeacTaBieHa Ha puc. 4.
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Pucynok 4. «Ctpykrypa runepuukia. [i — PHK-unenouku, Ei — depmenTsI

permmukaruu (1= 1, 2, ..., n)» (Peapko, 2020).

«TakuMm 006pa3om, pacCMOTPEHHBIE MOJEIU XAPAKTEPU3YIOT MOCTETIEHHO
YCIOXKHSIOIUECS MaKpOMOJIEKYJIIPHbIE TPEAIICCTBEHHUKH OUOJOTUYECKUX
OpraHMW3MOB, BO3HHUKAIOIIUX B MPOLECCE HSBOJIONMOHHOM aJanTaluu K
nepemMeHHou BHemHen cpeae» (Penpko, 2020).

«KBa3uBUIBl XapaKTEPU3YIOT SBOJIOIMIO MPOCTHIX HUHPOPMAIMOHHBIX
enunani] — PHK-1ienouek nedonpmoi anmuue» (Penpko, 2020).

«'UMepuuKIbl — 3TO MaKPOMOJICKYJISIPHBIE CHUCTEMBI, YYHUTHIBAIOIINE
koonepanuto uenoyek PHK ¢ npocreitmmmu pepmeHTaMu, KOOUPYEMbIMUA 3TUMU
nenoukamu» (Penpko, 2020).

Mopens KBa3uMBHAOB ObUTa HCMOJb30BaHA NpuMeHuTesbHO kK PHK
COZICp KAIIIIM BUPYCaM U MPEAI0KEeH TepMUH BUpycHBIN kBasuBua (Nowak, 1992;

Domingo and Holland, 1997).
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[lepBoe wccienoBaHue, TMOCBSIIEHHOE KOJIMYECTBEHHOMY OIKCAHUIO
BUPYCHOT'O pa3HooOpa3usi, ObUIO MpOBEAeHO Ha Mozenu OakTepuodara Q-03Ta.
CornaccHo uccne0oBanuio, momysus Q 6era-hara HAXOIUTCS B TMHAMHUYECKOM
PaBHOBECHUH, MPU 3TOM, C OJHOM CTOPOHBI, B BUPYCHOM MOIYJISIMU, C BHICOKOMN
CKOPOCTBIO, BO3HUKAIOT JKM3HECIOCOOHBIE MYTallUH, a, C JAPYTrOdl CTOPOHBI,
MOTYJISILUSL TIOABEPTAeTCsl CUIILHOMY 3BOJIIOIIMOHHOMY OTOODY.

Takum o6pazom, renom Q Oera-hara HeIb3d ONMUCATH KAK OMPEIEICHHYIO
YHUKAJIBHYIO CTPYKTYpPY, @ CKOpEe, KaK CPEAHEB3BEIICHHOE 3HAUYEHUE OOJIBIIOrO
YHciIa pa3InYHbIX HHAWBUIYATbHBIX TocaeoBareapbHocTel. (Domingo, 1978)

Ha nanHblii MOMEHT, HpHU ONHMCAHUM CIIEKTpa MOIMYJSIUU BUpYca, B
CIIEJICTBUH €r0 TeHETUYECKON Pa3sHOPOTHOCTH, MPEAMNOUYTUTEIHHO HUCIIOIb30BATh
TEPMUHBI: 00J1aKO MYTaHTOB, PO, WK BUPYCHBIN KBa3UBHU/I.

JICHCTBUTENBHO B NPUPOAE TEHETHYECKAS PAZHOPOIHOCTH IOIYJISLIUN
BUPYCOB 0OO0€CIEYMBAaET MPEUMYIIECTBO B XOJI€ €CTECTBEHHOro 0TOOpa.
['eneTnyeckoe pa3HooOpasue BHIMOJHO, KOTJa BUPYC CTAIKUBAETCA C Pa3IMUYHbIMU
dbakTopamu naBiieHusi ectecTtBeHHOro otobopa (Iwasa et. al., 2004). YcnoBus
€CTECTBEHHOT'O 0TOOpa MOTYT U3MEHHUTHCS, HAIPUMeEp, MOCIIE 3apakeHUs HOBOTO
X031MHa ¢ WHOM MMMyHHOM peakuueit (Pybus and Rambaut, 2009), 3apaxeHus
pa3IMYHBIX THUIOB KJIETOK, B pPE3yJbTaTe BIUSHHUS PA3TUYHBIX XHUMHUYECKHUX
BemecTB U T.1. (Ojosnegros et. al., 2010).

Pa3HopoAHOCTD ABIISIETCS CIEICTBUEM MOJBEPKEHHON OIMOKAaM BUPYCHOM
pEeIUTMKAIMY, W TIOATBEPXKAACTCSI C TE€X MOp W TPU HCIOIB30BAHUU JPYTUX
BUpYCHBIX cucteM. llo cpaBHenntro c¢ JHK-nommmepasamu, wuMerommmun
CIIOCOOHOCTh K HWCIPABIICHHIO OIIMOOK, HO BCE PABHO JOMYCKAIONIMMH HX —
npumepHO oxHa ommOka Ha 107 — 10° monumepusosanHbIX HykineoTunos, PHK-
nosumepassl PHK-BupycoB coBepiiatoT ogny ommoky Ha kaxasie 1000 — 100000
MOJIUMEPHU30BAHHBIX HYKJICOTH/IOB.

K tomy xe 3t ¢epmeHThl nenas OmMMOKH, HE MOTYT HCHPAaBISATH UX,

MO3TOMY MYTAallMH OCTAIOTCS BO BHOBb cHTe3upoBaHHo PHK.
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C ydeTom TOro, uto reHom tunuyHo BupycHoii PHK nacuutsiBaer 10000
ocHoBaHuM, yactora 1 xk 10000 cooTBETCTBYET B CpeAHEM OJHOM MyTalMu Ha
KaKIIbI BOCIIPOW3BEICHHBIN reHoM. Ecnu enuHnyHas kieTka, nHOUIMPOBAHHAS
BUpycoM, npon3BoauT 10000 HOBBIX BUPYCHBIX YaCTHI], TO B TEOPUHU MO ATOMY
koddumurenTy ommbok Oynet mpousseneHo 10000 HOBBIX BUPYCHBIX MYTaHTOB.
Takoll OrpomMHBIM YypOoBEeHb MyTauuu oObsicHsAeT, nouemy PHK-Bupycer
pa3BuBarorcs Tak oeicTpo (HoBukoBa, 2007).

Takum 00pa3oM, BUPYCHBIE MOMYJSIIMM HE COCTOSIT M3 €AMHOOOPAa3HBIX
COCTaBISIIOIIUX C OMPEICICHHON MOCIEA0BATEIbHOCTHIO HYKIEMHOBOM KUCIIOTHI,
CKOpE€e, OHHU SBISIOTCS JUHAMUYHBIMU PaCIpEICICHUSIMU HEHICHTUYHBIX, HO
POJICTBEHHBIX YJICHOB, BHUPYCHBIX KBa3MBUJOB. BHpYCHBI KBa3uBUI —
noJIMMOpPGHBIE MOMYJISIIIUU OJTHOTO BUPYCHOTO BHUA, HAOOP HECKOJIBKUX JIMHUH,
FEHETUYECKH  B3aUMOJICHCTBYIOIIMX UM  MOJJAEPXKHUBAOIIMX  APYr Jpyra
(Beerenwinkel, 2011).

Krnaccuueckoe ke onpezeneHne BUI0B — MOMYJISIUs 0COOeH CXOTHBIX IO
MOPGOIOTUYECKUM, OMOXUMUYECKUM U TEHETUYECKUM MPU3HAKaM, 3aHUMAIOIIINX
€CTECTBEHHBIN apeas — He UMEET CMbICJIa B OTHOILIEHUH BUPYCOB.

[ToroMcTBO, BO3HUKArOIIEE TTOCIE UHPUIIUPOBAHMUS, MOSIBIsIETCS Oaroaaps
M30UpATENIbHBIM CHUJIAM, JIEUCTBYIOIIMM BHYTPU HUH(PUIIUPOBAHHOTO XO3SMUHA.
Bupuronsl, BbIxonsiume sl MHPUIMPOBAHUS HOBOTO XO3SHMHA, MPEACTABISIOT
coOOM yCTOSIBIIYIOCSI TOMYJISIIUI0 BUPYCHOTO KBAa3WBHUIA, COCTOSIIETO U3
OTPOMHOTO YHCJIa YACTHII, MPOIIEIINX €CTECTBEHHBIN 0TOOp. U Takum obpazom
JIOTUYHO TPEJINOJIaraTh, YTO OONBIIMHCTBO BUPYCHBIX HH(PEKIIUIA 3aITyCKaeTCs He

€MHUYHBIM BUPHOHOM, a TionyJisiiiuedt yactuil kBasuBuaa (Kemnmaprm, 2003).
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BTopbIM BBIBOIOM U3 KOHLENIIUY KBa3UBUA SIBISIETCS TO, YTO XOTS KaYKbIN
BUPHOH BHYTPU KBa3uUBUA OTIMYAETCS MO HYKIEOTUAHOMY COCTaBy OT JIPYTHX,
TEM HE MEHEEe MCIBITHIBAIOIINE OJMHAKOBOE JABJICHHE €CTECTBEHHOTO 0TOOpa B
OpraHM3Me XO3sMHa IMOCJIEeN0BaTeNbHOCTH reHoMmoB mnonyJisitun PHK-Bupycos
MOTYT OBITH COOpaHbI BOKPYT KOHCEHCyCa CpeIHEH MOoCIeA0BaTEIbHOCTH. ITO
03HAYaeT, UTOo MOCIEA0BATEILHOCTH BUPYCOB, yKa3aHHble B NCBI vin unbix 6a3zax
JaHHBIX, MPEICTABISIOT KOHCEHCYC, HO HE MPEACTaBISAIOT KOHKPETHYIO
MOCJIEIOBATEIBHOCTh ¢ HAOOPOM MyTalMi XapaKTEpHBIX TOJIbKO i Hee. o
HEJaBHETO BPEMEHM ObLIO HEBO3MOXKHO ONPEIENIUTh MOCIEI0BATEIbHOCTH BCEX
BUPYCHBIX T€HOMOB, IIPUCYTCTBYIOIIMX B MOMYJIALNU, OJHAKO PA3BUTHE METOOB
IyOOKOTr0 CEKBEHHpOBaHUA (Hampumep, 454 NUPOCEKBEHHWPOBAHUS) CHENIAJI0

BO3MOKHBIM M3YUYCHHC BUPYCHBIX KBA3UBU/IOB.

3.3. DBO/IIOLIMOHHBbIEC B3AaUMOCBSA3H B npeaenax poaa Allexivirus

CornacHo npeuioxkeHon kinaccuduranuu MexayHapoAHOrO KOMHUTETA 110
TaKCOHOMHHU BHUPYCOB, Ha TaHHBIA MOMEHT, poA Allexivirus Bkimrouaet 13 BuaoB:
X BHUpYC 1anoTa (MPOTOTHUIT POJIa) U BUPYCHI YecHOKa {rpymmsl A-, B-, C-, D-, E-
X-} Beigenennsie B moapoa Acarallexivirus, u otaenbHbIe BUABI BUPYCOB TaKHe
kak Garlic mite-borne filamentous virus; Alfalfa virus S; Arachis pintoi virus;
Blackberry virus E; Senna severe yellow mosaic virus; Vanilla latent virus. (ICTV,
Virus Taxonomy: 2022 Release).

[TocnenoBarensHocTH reHomuoit PHK Bupycos moapoma Acarallexivirus
JICTIOHMPOBaHbI B 0a3e JaHHBIX HAIIMOHAIBHOTO IIEHTpa OMOTEXHOJIOTHYECKOM
unpopmaruu  CIIHA (NCBI GenBank). bBonapmuHCTBO mpeacTaBIeHHBIX
MIOCJIEIOBATEIBHOCTEN YCTaHOBIIEHBI CEKBEHUPOBaHNEM MeTOI0M CeHrepa, 4To He
MO3BOJISIET, B OTiiMuKEe OT NGS TEeXHOJIOTUH, BBISIBUTH BCE TAILUIOTHUIIBI, IPUCYIIIKE

TOMY WJIU HHOMY BUpyCHOMY KBazuBHy (TaOmwmia 3).
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Tabmuna 3. Buasl anekcuBupycoB moapoaa Acarallexivirus.
CoxkpamienusiMu  0003HaueHbl, Oenku TpouHoro Osoka reHoB (TBI), Oemox

o6om0uku (bO) u muctenn 6orateiii 6enok (LBB).

ORF1 ORF2 ORF3 ORF4 | ORF5 ORF6
(peBeptaza) | (TBI-1) | (TBI-2) | (p42) (BO) (IBB)
X BUpycC manora 1718 aa 241 aa 103 aa 380aa | 262 aa 128 aa
A Bupyc uecHoka | 1612 aa 250 aa 103 aa 366 aa | 252 aa 128 aa
(U3zomnsat GarVA-SP)
B Bupyc uecHoka 1531 aa 246 aa 106 aa 357 aa | 244 aa 127 aa
(Mzomsar IR-Go12)
C Bupyc yecHOKa 1550 aa 244 aa 103 aa 367 aa | 259 aa 128 aa
D Bupyc decnHoka | 1561 aa 237 aa 103 aa 363aa | 250aa 128 aa
(Mz3omst GarVD-SWO9)
E Bupyc uecHoka 1557 aa 244 aa 103 aa 364 aa | 316aa 127 aa
X BHpYC YeCHOKA 1543 aa 234 aa 106 aa 2884aa | 243aa 127 aa

[Topakaromiuie BYyI0JIbHBIE PACTEHHS JBa BUJla BUPYCOB (BUPYC MO3aUKHU
0eJIoro siCeHsl U BUPYC 3CKOOApUU) MOTYT pacCMaTpUBAThCA KaK KaHIWJAThl Ha
BKUIIOUeHHE B poJ Allexivirus Hapsiny ¢ E Bupycom exxeBukH, Tak Kak 00J1a1atoT (C
OTIPENICICHHBIMA ~ BapHWAIMSIMH)  XapaKTePHBIMH  4YepTaMd  MPHUCYIIUMHU
aJleKCUBUPYCHBIM TeHoMaM (Sabanadzovic et. al., 2011; Machado, 2006; Dutta et.
al., 2013).

Omnucan TaKke psJl IEPEHOCUMBIX KIICIIIAMH H TIOPAXKAIOIINX PACTEHUS poJia
Allium BUpPYCHBIX U30JIITOB CO CXOJHBIM cTpoeHueM renoma, (Chen et. al., 2001;
Van Dijk et. al., 1991; Barg et. al., 1997) u, BeposATHO, MPEACTABIAIONIMX COOOFO
IITAMMBI T€X WA UHBIX aJICKCHBUPYCOB.

Bce omnpeneneHHbie BUIBI aJIEGKCUBUPYCOB UMEIOT OOIIMI TIJIaH CTPOCHUS
reHoMa. [Ipu stom B renomax XBIIl u amekcuBUpyCOB YECHOKA OTCYTCTBYET
nHunmupyromui kogoH AUG B OPC, koaupytomieit 6enok TBI'3 TpoitHoro 6s10ka

I'CHOB.
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CoxpaHeHne HyKJIEOTUAHOU MOCIeI0BATEIbHOCTH COOTBETCTBYIOLIEH TE€HY
TBI'3, HO HEe UMeEIIIeH MHUIMHUPYIOIIETO KOJAOHA, BEPOSTHO, KaKUM-TO 00pa3oM
BIIMACT Ha aJalTalyi0 BUpPyca K XO3SMHY WM, BO3MOXKHO, SIBJISIETCSI CJICICTBUEM
HBOJIIOIMOHHBIX M3MEHEHUW HAMNpaBJICHHBIX Ha 3aKpEIJICHUE IMOJEe3HbIX s
BHUPYCOB OCOOCHHOCTEH.

AHaJloru4Hasi cUTyalusi HaOJIogaeTcsa y AByX MOTEKCBUPYCOB: X BHpyca
muan (Lily virus X) u Bupyca yMEpeHHO# sKEeITH3HbBI KPaeB JINCTHEB 3EMIITHUKH
(Strawberry  mild yellow edge-associated virus). IIpeamnooXuUTEIBHO
aJE€KCUBUPYChl MOTYT HCHOJIb30BaTh JUIsl JKCIPECCHM HEKAHOHMYECKUU
uHunmupyrommii kogox (Memelink et. al., 1990; Jelkmann et. al., 1992).

Bricokasi KOHCEpBAaTUBHOCThH OTKPBITHIX PAMOK CUMTHIBAHUS MATh U IIECTh,
Y AMUHOKHUCJIOTHBIX MOCJIEIOBATEILHOCTEH KOJUPYEMbBIX UMU OEJIKOB MO3BOJISET
YCTaHOBHTH 3BOJIIOIMOHHYIO JUCTAHIWIO MexAy Buaamu pona Allexivirus. Tak
ananu3 nocienoBarenpHoctn OPC 5 wuaumiickoro uzonsta X BUpyca MIAIOTa
Komgupymomeir  O6enmok  obomouku  BeigBHWT  79-80%  cxoactBa  C
nocnenoBarenbHocTIMU OPC 5 pycckoro n HoBo3enaHAckoro u3onstoB XBII u
66-76% CcOOTBETCTBUSA C aJICKCUBUPYCAMHU YECHOKA.

['OMOJIOrMYHOCTE AMUHOKHCIIOTHBIX MOCIEA0BATEIBHOCTEN COCTABIIsIIA §5-
88% mma XBI u 54-61% c npyrumm anexcuBupycamu. CormactHo BLAST
aHaIN3y aMUHOKUCIIOTHAS TMOCJEN0BATEILHOCTh OeiKa 00O0JOUKH MPUHAJICKUT
CEMEUCTBY  O€NKOBBIX  TocienoBaTenbHOCTeN  pfam0286, Bxomsmmx B
cynepcemeiictBo Flexi CP cl02836, Bximovaromieil Takke aMHUHOKHCIOTHBIC
MOCJIEIOBATEILHOCTH OETKOB 000JI0YKHU MOTEKC - ¥ KapJIaBUPYCOB.

['omosorusi  HYKJICOTHAHBIX  TOCJIEIOBATEIIBHOCTEH  KOJMPYIOIIMX
nectenHOoratelii 6emok coctasisier 85% ans XBII unaniickoro m pycckoro
M30JATOB U 68-76% C aJIeKCMBUPYCAMH YECHOKA.

AMUHOKHUCIIOTHAsT  miociienoBarenbHocTh  LIBB  comepxkut  MoTUB
CFDCGAYLYDNHVCKRFTSLSSSDCLSVIH npucytcTBytomuii 'y BHPYCOB

ponoB Allexivirus, Carlavirus, Mandarivirus, u Vitivirus.
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Pe3ynbrarhl aHaM3a SBOTIONMOHHBIX PACX0XKICHHH ITOCIICI0BATCILHOCTEH
Oenka 00070YKM W IlecTeMHOoraToro Oenka, B mpeaenax poaa Allexivirus
MOKa3aJia, YTO BUJIbI TOTO poja GOpMHUPYIOT TpH Kiactepa (puc 5).

B - u X- Bupychl yecHOKa (hOpMHPOBAJIM MEPBBIN KIacTep, Toraa Kak A -,
E-, u D- Bupycsl decHoka BTOpoil. Tperwil Kiactep OOpa3OBBIBAIM TOJIBKO
30Tl X BHpyca manora. C-BUPYC YECHOKA HE BXOAWJI HU B OJWH U3

IPEeAbIAYIIUX KIAaCTEpPOB M, MO-BUIMMOMY, pa3BuBaics oTaenbHo (Majumder,

Baranwal, 2011).

01
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995

| 1000
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Pucynok 5. JlenaporpaMmbl 3BOJIIOIIMOHHBIX pacxoxaeHnit XBII u octambHbIX
anekcuBupycoB. (A) JlenaporpamMma 53BOJIONMHOHHBIX pacxoxiaenuid XBII u
OCTAJIbHBIX ~ aJIEKCUBUPYCOB OCHOBaHHAasi Ha aHajiu3e aMHHOKHCIOTHBIX
nocyienoBaTenbHOCTe  1ecrennOboraroro  6enka.  (b)  Jlemmporpamma
HBOIIOLMOHHBIX pacxoxaeHud XBII n ocTambHBIX all€KCUBUPYCOB OCHOBAHHAas
Ha aHaJIM3€ aMUHOKHUCIIOTHBIX MOCcaeAoBaTelIbHOCTEN Oenka 06omouku (Majumder,

Baranwal, 2011).
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Yro kacaeTcs psjia NEPEHOCUMBIX KJIEIIAMU U MOPAKAIOIIMX paCTEHUS poja
Allium BHPYCHBIX M30JISITOB CO CXO/IHBIM aJICCKCHBHPYCaM CTPOCHHUEM T'€HOMA, TO
COTJIaCHO KPHTEpHUsAM JeMapKanuu BUPYCHBIX BHIOB (Adams et. al., 2004), nx
MO>KHO paccMaTpHUBaTh KaK IITAMMbI T€X UJIM UHBIX BUJIOB aJI€KCUBUPYCOB.

Tak cXOICTBO HYKJIEOTHIHOW IOCJIENOBATEILHOCTH SIIOHCKOTO BHUpYyca
yecHOKa U D- Bupyca uecHoka cocTaBisieT 96% u TakuM 00pa3oM JaHHBIN BUPYC,
apigercss mraMMmoM D- Bupyc udecHoka (Chen et. al.,, 2001). CoorBerctBue
HYKJICOTUIHBIX TOCaenoBarenbHOoCcTe (C-BHpyca YECHOKA M IEPEHOCUMOIO
KJICIIIOM HUTEBUJHOTO BHUpyca yecHoKa (GarMbFV) coctaBnsier 99% (Yamashita
et. al., 1996). 310 MO3BOJIAET CUUTATH ITOT BUPYC OJIHUM U3 ITaMMOB C-BUpyca
YECHOKAa, YTO, OYEBUAHO, MPOTHUBOPEUUT MPEMIOKEHUI0 MeXIyHapOaHOIO
KOMHUTETA MO TAaKCOHOMHHM BHPYCOB PaCCMATPUBATh «IIEPEHOCHUMBINA KIEIIOM
HUTEBUJIHBIN BUpYyC yecHOKa» (GarMbFV) B kauecTBe OTAEIBHOIO BUJIa B COCTABE
poxa Allexivirus.

IlepeHoCHMMBIN KJI€IEM HUTEBUIAHBIA BUPYC YECHOKA, OINMCAaHHBIM B
ApreHTuHEe, MO-BHINMOMY, SIBJIIeTCS ITaMMoM A-Bupyca dyecHoka (Chen et. al.,
2001). ITepenocumslii kienom JaTeHTHBIN Bupyc iyka (OMbLV) u nepeHocumbIii
KJICILIOM JIaTEHTHBIM BUpyc nyka-manoT (SMbLV), cienyer paccMaTpuBaTh Kak
mrtaMMbl X BUpyca majnota (Van Dijk et. al., 1991; Barg et. al., 1997).

Bupyc wmo3aumku 0enoro siceHs W BHPYC JCKOOApUHU MOpa)Karolue
JIBYAOJbHBIE pAaCTEHUs HKMEIOT OOIIMIl IMJIaH CTPOCHHUS] T€HOMa U SIBHYIO
TOMOJIOTHIO C aJIEKCUBUPYCaMHU, Hanpumep ¢ E BUPyCcOM €KEBUKH.

I'enom E Bupyca exeuku (BVE), macumthiBaeT 7718 HYyKICOTHIOB U
COJIEP)KUT 5 OTKPBITBIX PAMOK CUUTHIBaHMS. B (uUIOreHEeTHYECKOM aHaIn3e
AMUHOKHUCJIOTHBIE TIOCJIEAOBAaTEIbHOCTH peIuinka3 E Bupyca €XEeBUKU U
aJICKCUBUPYCOB Y€CHOKA (DOPMUPYIOT OOIINH KI1acTep.

AHAJIOTUYHO aJICKCUBHpYyCcaM B TeéHOoMe E Bupyca €XEeBUKH, B OTKPBHITOM
paMKe CYMTBIBaHUS MPEANONIOKHUTENbHO Koaupytomei 6enok THI'3, otcyTrcTByeT

nHunmupyromiein koo AUG (Sabanadzovic et. al., 2011). OtkpbiTas pamka
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cuutbiBanus 4 Bupyca E exeBUKH, KaK U y aJE€KCUBUPYCOB YECHOKA KOAUPYET
oemok p40 (romornor Oenka p42 y XBI). OPC 6, xapakrepHas s
KJIACCU(PUIIMPOBAHHBIX ~ alIEKCUBUPYCOB, TPAHCIUPYIOIIAs I[€CTEMHOOTaThIN
0€eJIoK, y IaHHOTO BUpYyCa OTCYTCTBYET.

I'eHoM BHpyca MO3auKH O€10ro SICeHsl MPEACTABIEH JEIOHUPOBAHHBIMU B
0a3ze manabix NCBI nocnenoBarenprocTsIMU (HOMepa: NC 011533 u GU906791)
c oTiuyaroieics uHdopmanueid o Hanuuue uHUIMHUpYromero kogoHa AUG B
OPC kogupyromeid 0enok ThI'3. 1 Takum oOpa3zoM 3aTpyAHUTEIBHO YCTAHOBUTh
JNEUCTBUTEIBHO JIM TPUCYTCTBYeT wuHUIMUpytomuid komoH AUG B OPC
komupytomei 6enok THI'3. Tak xe kak u y E BUpyca exeBUKH B TEHOME BUpyca
MO3auKH O€JIOro sICeHs OTCYTCTBYET OTKpbITas pamka cuuTheiBaHus 6 (Machado,
2006).

I'enom Bupyca kakTyca sckodapuu (Escobaria missouriensis) npencrasicH
HEIIOJHOM  ITOCJIENO0BATENbHOCTRIO, CojaepKamen 2627 HyKICOTHAOB, YTO
COOTBETCTBYET aMMHOKHMCIOTHBIM TmocienoBarenbHocTsiM TI'B1, TI'B2, TI'B3,
cepuH-0oraroro 6enka p40 u 6enka 0005104ku. B reHOME 3TOro BUpyca OTKpbITas
paMKa CUMTBHIBAaHUS TPOWHOTrO OJOKa TeHOB, Komupyromas Oemox TI'B3, nmeer
uHuuuupyrommii konon AUG (Dutta et. al., 2013).

Takum oOpasom, B mpenenax poxa Allexivirus, oueBuaHO HalIU4HMe IBYX
rpynn  BupycoB: (1) Bupychl, NOpakawIllre OJHOJOJIbHbIE H (2) BHUPYCHI
NOpaXKaIOIIKE JABYI0JIbHBIE PACTEHUSI, YTO MOKHO PACCMaTPUBATh KaK pe3ysbTar
aJanTally 3BOJIIOIMOHHBIX MPEIIIECTBEHHUKOB COBPEMEHHBIX AJIEKCUBUPYCOB, K
PENPOAYKIIMU B TEX WUJIU UHBIX BUAX.

B uenom, HeoOXOIMMO OTMETUTh, YTO HCCIEAOBAHUE TAKCOHOMHUU H
¢uorenesa ayIEKCUBUPYCOB B HACTOSIIEE BpPeMs HAXOAUTCS B IOBEHUJIBHOM

COCTOSHHUHM.
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4. PHK-unTepdepenunsi Kak (popMa aHTUBHPYCHOTO (PUTOMMMYHHMTETA
4.1 MoJaekyasipabie Mexanu3mbl PHK — unrepdepenunu kak nocr—
TPAHCKPUIIIITUOHOI'0O T€HHOT'O callJIeHCHMHIa

B camoii o6mieit ¢opme skcmeptHoe ompeaeneHue (eHomena PHK-
uHTEep(EepEHITNH 3BYUUT CIEAYIOMNUM 00pa3oM:

"Definitions. RNA interference (RNAI) is a mechanism that inhibits or
activates gene expression at the stage of translation or by hindering the transcription
of specific genes. RNAI targets include RNA from viruses and transposons (a form
of innate immune response), and also plays a role in regulating development and
genome maintenance. Small interfering RNA strands (SIRNA) are key to the RNAI
process, and have complementary nucleotide sequences to the targeted RNA
strand. Specific RNAI pathway proteins are guided by the siRNA to the targeted
messenger RNA (mMRNA), where they “cleave” the target, breaking it down into
smaller portions that can no longer be translated into protein. A type of RNA
transcribed from the genome itself, microRNA (miRNA), works in the same way".
(shRNA library - Rigel Pharmaceuticals, Inc. United States. Patent 7863222.)

Takum o0pa3om, nmnpuHMMas Bo BHUMaHue omnpeneneHue PHK-
unrepdepeniu (RNA1) kak MexaHu3ma, THFTMOMPYIOIIETO SKCIPECCUIO0 TEHOB Ha
CTaaun TpPaHCIKIOUHU WKW HPCIIATCTBYIOIICTO TPAHCKPHUIINWUK OIPCACIICHHBIX
T€HOB, HaM IIPE/ICTABIIACTCS BAXKHBIM TIOTYEPKHYTH TO 00CTOSTENHCTBO, YTO PHK-
UHTEpPEPEHIINS pPacCMAaTPUBAETCS, MEXKIY MPOYUM, Kak (opMa BpPOXKIAECHHOIO

HMMYHUTCTA.
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B nactosimiem o0030pe paccMaTpUBAaeTCS TOJIBKO Ta COBOKYITHOCTD
MOJIEKYJISIpHBIX ~MexaHu3mMoB (pathway) PHK-untepbepenuun (omHa wu3
HECKOJIBKHX), KOTOpasi OIpenessieT 3TOT (eHOMEH KakK MOCT-TPaHCKPUIITUOHHBIHI
reHHbI cailnieHcuHr (post transcriptional gene silencing, PTGS) — moct-
TPAHCKPUIILMOHHBIN NPOLIECC, WHAYLHMPOBAHHBIM nByunenodeunsiMu PHK n
MPUBOJAIIMNA K CAMICHCUHTY TE€HOB, CTPOro OOYCIOBJIEHHOMY TOMOJIOTHEH
HYKJICOTHU]IHBIX MTOCJIEI0BATEILHOCTEH.

WNupymuposannsiii PHK Tpanckpunumonssrii caiinencuar (RNA-induced
transcriptional silencing, RITS) - ta dpopma PHK-unTepdepeHmu, npu KoTopoi
Mmaibsie uHTepdepupyromue PHK yyacTByloT B peryisuud TpaHCKPHUIIIUAU
ONPEJEICHHOIO0 T€HAa WJIM T'€HOMHOI'O JIOKYyCa, a TaKXe IPOLECChl, B KOTOPBIX
yuactBytoT MUkpoPHK (B Tom umcne, u BupyccrnenupuuHbie) B HACTOSIIEM
0030pe HE paccMaTPUBAIOTCS.

buonornueckne mpomeccel, OCHOBaHHbIe Ha Mexanusme PHK-
uHTEepPEPEHIINN, TMPOUCXOASAT B OpPraHU3Max BCEX OYKAPUOT: >KUBOTHBIX,
npocTeimmx, rpudoB u pacrenuit (Lohmann et. al., 1999, Hannon, 2002; Aravin
et. al., 2003; Mello, 2004).

Tepmun PHK wunTepdepenuus Obul mpemsioxkeH OHapro Daiiepom u
Kpeiirom Meio aiist onucanus MexaHu3Ma caiiieHcunra reHoB B Caenorhabditis
elegans (Fire et. al., 1998). «Ha mozaemu nemarozsl C. Elegans, rcciaen0BaTeIIIMU
nokasaHo, 4to Mojekybl apyuenodeunoi PHK (nuPHK), cioco6ns! 3¢ dekTrBHO
MOJIABJISITh SKCIPECCUIO TOMOJIOTUYHBIX MO HYKJIEOTHIHOM MOCIIeI0BaTEIbHOCTH
renoBy» (Kienos, 2005). B 2006 roay uccienoBarensim npucyskaena Hobemnesckas
npemMust B 00J1acTu PU3HOTOTUM U MEAUITUHBI.

Pamu wucropuueckod cCrpaBeUIMBOCTH HEOOXOAMMO YyKa3aTh, 4YTO 3a
HECKOJbKO JieT o0 padotel daitepa u Kpeiira B 1990 roxy, ssnenne PHK-
UHTEpPEPEHIINN, Ha3BaHHOE aBTOpPaMHU KO-CYNpPECCUEH, YCTAHOBJIEHO B

IKCIIEPUMEHTaX 10 M3MEHEHHIO OKpacKd ILBETKOB meryHuw Petunia hybrida.

(Napoli et. al., 1990).
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«B pactenust ObuIM BBEJCHBI T€HBI CHHTETA3bl PO30BOrO U (DHOIETOBOIO
NUrMEeHTOB. OJIHAKO TMOBBIIICHUE 3KCIPECCHH T€HA CHHTETa3bl NMUTMEHTA HE
IPUBENIO K TPOSBICHHUIO Oojiee TEMHOM OKPACKH OKOJIOIIBETHHKA, HAMPOTHB,
IBETKM CTaiu OoJiee CBETJIBIMU W Jaxe dYacTuuHO OenbiMu. [lomydyeHHbie
pe3yibTaThl CBUJIETEIBCTBOBAIN O TOM, YTO aKTUBHOCTh (DEpMEHTA HE PACTET, a
CHWXaeTcs. ['eHbl CMHTEeTa3bl MUIMEHTAa 3KCIPECCUPOBAIMCH HAa 00Jiee HU3KOM
ypoBHE, yeM 10 BBeacHus Tpancrena» (2013; Napoli et. al., 1990).

BriBoibl JaHHOW pabOThl B JalbHEUIIEM TOATBEPKACHBI JAPYTUMU
uccienoBarensiMu. «OOHMIl YpOBEHb 3KCIPECCUU TPAHCTEHOB MOXKET PE3KO
CHWKAThCS WM J1a’K€ MTOJIHOCTBIO IMOJABIIATHCS [IPU YBEJIMUEHNUN YUCIIA UX KON
B rerome» (Van der Krol et. al., 1990). «Ecnm TpaHCreHBI TOMOJIOTHYHBI
COOCTBEHHOMY I'€HY OpraHu3Ma (SHAOI€HY), TO IKCIPECCHs MOCIETHETO TaKKe
nogasisieTcss» (Baulcombe, 2004). Jlns omucanus HaOMI0JaeMOTO MEXaHH3Ma
npeiokeH TepmuH ko-cynpeccus. (Napoli et. al., 1990)

Ha naHHBII MOMEHT TEpUH PEIKO HUCIIONB3YETCS Il ONUCAHUS IPOLIECCOB
PHK-untepdepenurnn B  pacTteHusx U sBassarca cuHoHumom  PHK-
unrepdepentmu. (Kienos, 2005).

CoBpeMeHnHas Moaeinb 0azoBoro npoiecca PHK-unTeppepenim Biaroyaet

HECKOJIbKO cTaauit (puc 6).
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Puc. 6. O6mas cxema PHK-unTepdepenum.

«Ha mepBoit cramuu, mnpotrsokeHHas aynenodeuynas PHK (auPHK)
MoABepraeTcs Mpoleccunry ¢ oopazopanueM manbix PHK nymnekcos nmunoit 20-
25 n.1., ipu nomotu 6enka Dicer (RNaselll)» (Knenos, 2005).

JBynenoueynas PHK B kiieTke MOXKET BO3HUKHYTH B pPe3yJbTaTe
PA3IMYHBIX MOJICKYJISIPHO-OMOJIOTUYECKUX TMPOIECCOB, HAMPUMED, PEIIMKAILIMU
BUPYCOB WJIM TPAHCKPUIILIMK WHBEPTUPOBAHHBIX IIOBTOPOB TPAHCTEHOB U
TpaHcno30HOB (Aravin et. al., 2003). «DOunorennas auPHK oOpasyercs mpu
JIBYHAIPABJICHHOW TPAHCKPHUIILIUK TPAHCIIO30HOB (MOKAa3aHO Il PacTEeHUU U
KUBOTHBIX), M3 TPOTSHKCHHBIX PHUOOHYKIICMHOBBIX IIMUJICYHBIX CTPYKTYp U
nepekpsiBatouxcsi TpanckpuntoB MPHK (apo3odwuna, miekonuraronue) u B
pesynbrate aktuBHocTH PHK-3aBucumoit PHK-nomumepassl (RdRp) (mematona,
pacrenus, aposxoku)» (Carthew and Sontheimer, 2009; Golden et. al., 2008).

«39x3orenHas AIIPHK moxeT 00pa3oBbIBATHCS B KAYECTBE MTPOMEKYTOUHOTO
npoaykra B mnpouecce permmkaunu JIHK - m PHK - comepxammx BupycoB»
(JIoramenko, 2006).
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benok Dicer, npeacrasnser codoit pubonykieasy cemeiictea PHKa3 III,
pacumiernsirontyto npotsikeHHyro APHK Ha kopotkue, 19-23 nykneorunnsie PHK-
Oymiaekcl ¢ (GochopumupoBaHHBIM HYKJICOTHIOM Ha 5’ KOHIE U He
dbochopunupoBaHHBIMH, BBICTYMAIOIMIUMHA JABYMS HYKJIEOTHIaMH Ha 3’ KOHIE
(Bernstein et. al., 2001).

Bropas cragus xapakrepusyercs pacxoxaeaneM PHK-nienei nosmyyeHHbIX
JYTUIEKCOB, MPU 3TOM OJIHA U3 Iienei BkItouaeTcs B OenkoBbiit koMmiieke RISC
(RNA-induced silencing complex), KOTOpBIH, IO TPUHITUITY KOMIUIMMEHTAPHOCTH,
s dexTuBHO onpenenset noreHuaibabie PHK - Mumenu.

«B cocraB RISC, HenmocpeacTBEHHO OCYIIECTBIISIONIETO PAacCHICINICHUE
MPHK-Mumienu, BXOOUT TOJABKO OJHA W3 JBYX LENEH  KOPOTKUX,
untepdpepupyromux PHK («Begymas» muens siPHK), ocraBmasics uenb
nojBepraercs Aerpananun» (Jloramenko, 2006; Schwarz et. al., 2002).

«Bp10op wnenu, kortopas Oyaer Bkmouatbes B RISC, ompepensercs
TEPMOIMHAMHYCCKUMHU 0COOCHHOCTSAMU paciuieTanus ayriekca» (Kinenos, 2005;
Khvorova et. al., 2003).

«Jlng pacrmietaHusi QyIuiekca C pa3HbIX KOHIIOB 3aTPaydMBaeTCsl pas3Hast
sHeprud. BeiOop 1enu ocyuiecTBisieTcsl B Mojb3y Toi onHouenodyeynoit PHK, 5'
KOHELl KOTOPOM HaXOIUTCS CO CTOPOHBI AyIJIEKca, HanOosee IHEPreTUYecKu
BbIroAHOM mis pacmietanus» (Kimenos, 2005; Khvorova et. al., 2003; Schwarz et.
al., 2002).

Ha 3aBepmaromem stamne, onnouenoyeyHas PHK (ssRNA), nHa3zbiBaeMast
BEyLIEH HUTHIO, MO MPUHLMITY KOMIUIEMEHTAPHOCTH HAIMpPABIISECT SHIOHYKIIEA3y
npucytcrByromyto B RISC (6enok Argonaute), obecnieunas paciersienne MPHK.
«Onnouenoueunas koporkass PHK B cocrase RISC y3naet romonornunyro MPHK,
nocie uero RISC pazpezaer MuIIEHP POBHO IOCEPEIMHE  y4yacTKa

komiutrMeHnTapHoctd Mexay siPHK u MPHK» (Knenos, 2005; Elbashir et. al.,
2001).
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«Mmenno ogHouenoueunas Majnas PHK, Bxogsamias B coctaB KOMILJIEKCa
RISC, onpenenser cnenuduunocts pacierieHuss MPHK-mumenn, o6pasys ¢ Heit
KOMIUIEMEHTapHbIH KoMmiuieke» (Jloramenko, 2006; Martinez et. al., 2004).
«Anamm3 npoayktoB pacuermiennss MPHK-muenn nokassiBaeT, 4TO KOMIUIEKC
RISC dyHKunoHupyeT Kak 3HI0HYyKJIea3a, pacmerisis hochoamdGupHyto CBsI3b B
cocrae MPHK c¢ oOpa3zoBaHneM NpOAYKTOB, XapaKTEPU3YIOIIMXCA HAIHMYUEM
KOHIIEBOM 3'-ruipokcuibHON W 5'-docdaTHoit rpymm» (Jloramenko, 2006;
Martinez et. al., 2004). «Css3piBanne ¢ MPHK-MuIieHpr0 HaYMHaeTcs ¢ 5'-KOHIIA
«senymei» nenu siPHK. Iepsriii 5'- nykineorun siPHK oka3piBaeTcst cBI3aHHBIM
¢ PIWI nomenom Oenka Ago2, KOOPJIMHUPYIOIIUM JIBYXBaJCHTHBIM KaTHOH,
HEOOXOIMMBIN JUIsl pacrio3HaBaHUs S5'-KOHLIEBOro ¢ocdarta, U HE y4acTBYET BO
B3aumoJericteuu ¢ MPHK, npu 3ToM 3'-THAPOKCUIIBHBIN KOHEL «BEIyIICi LENn
siPHK naxomutcs B komiuiekce ¢ PAZ nomenom 6enka Ago2» (Jloramenko, 2006;
Lingel et. al., 2003; Song, 2004).

«5'- m 3'- obmactm "Bemymew" 1enu SiPHK HepaBHOLeHHBI B
byHKUIHOHATBHOM IU1aHe: 3¢ PexkTUBHOCTH cBA3bIBaHUS KoMiuiekca RISC ¢ MPHK
3aBUCHUT OT 00pa30BaHus KOMILJIEKCA, KOMIIJIEMEHTAPHOTO 5'- 00J1aCTH «BEIyIIEHY
uenu siPHK, Ttorma xak ckopocTh U 3((hEKTUBHOCTh PACUICIUICHHS] 3aBUCHUT OT
oOpa3zoBanus AyIiekca ¢ 3'-o01acteio» (Jloramenko, 2006; Schwarz et. al., 2002).

«Caiitom pacmernenuss MPHK- mumienu saBnsiercst dochoamdpupras
CBsI3b, coeuHstonias cnapeHubie 10 u 11 HykieoTuabl, OTHOCUTENIBHO S5'-KOHIIA
uenu siPHK, Bxomsieii B coctaB komiuiekca RISCy (Jloramenxo, 2006; Elbashir,
2001). «Pacmennennas MPHK-Murienp 3arem perpaaupyer Moj ACHCTBHEM
KJIETOYHBIX DK30HYKJI€a3. [Ipoliecc paciienieHus MUIIIEH HE 3aBUCUT OT HAJTUY s
ATO® u ocrapnsieT aHTHCMBICIIOBY1O Lienb sSiIPHK HenmoBpexieHHo, 4TO MO3BOJISEeT
komiutekcy RISC muorokparro ¢pyuknnonuposath» (Jloramenko, 2006; Martinez

et. al., 2004; Zamore, 2001).
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CaliJIecHCHHT T€HOB, BO3HUKHYB B TPYIIE KJIETOK, PACIPOCTPAHIETCS IO
pacTeHHIO, BBI3BIBAS CHCTEMHOE HWHTHOMPOBAHUE ODKCIPECCUU T'eHA-MHIICHU
(Voinnet, 2005; Tournier et. al.,, 2006). «B mpomecce TpaHcmopTa CHTHaJa
CaillieHCMHTa, HeoOXoAMMa aMIUTM(UKAIUS O3TOTO CHTHAJAa B  KJIETKax-
penunuentax. Ona ocymectBiusiercss npu ywyactun PHK-3aBucumoinn PHK
nomumepassl (RARp) u xenmkasey» (Schwach et. al., 2005). «Curnan caiineHcunra
T'CHOB TPAHCIIOPTUPYETCS KaK BBEPX, TaK M BHHU3 10 PACTCHHUIO, HO BBEpX Oosee
aktuBHO» (Voinnet, 2005). «OxgHako B KJICTKaX KPaAHHUX 30H MEPHUCTEM CTEOJIS U
KOPHSI CallJICHCHHT TEHOB HE OOHApYXKCH, YTO CBHJIETEIBCTBYET 00 OTCYTCTBHH
TPaHCIIOPTa CUTHAJIa CAJICHCHHTA B 3TH 30HBI WJIH HE CIIOCOOHOCTH 3THUX KJIIETOK
otrBeuaTh Ha curHa (Voinnet, 2005). «PacnpocTpaHeHre cCUTrHaIa cCailJIeHCHHTA
BCETJa CTPOro CIEMU(PUYHO B OTHOIICHUH HYKJICOTHIHOW IMOCIEI0BATEILHOCTH
TeHa-MUIIEHH, TI03BOJISIS, CO 3HAYUTEIBHON J0JIel BEPOSITHOCTH, IPEIOI0KHUTH,
YTO B POJM CUTHAJa CAMJICHCHHTa BBICTYNAIOT KOPOTKUE HHTEp(UPHPYOIIUE

PHK» (Dunoyer et. al., 2005).

4.2 KoMIOHEeHTbI MEXaHU3MA MOCTTPAHCKPUIIIMOHHOIO CAJIEHCUHIA TeHOB
KitoueBbIMH 371€MEHTaMU TIOCTTPAHCKPHUITIIMOHHOTO CaiJIEHCMHTa T€HOB
SIBIISIFOTCS:
- Maiicep (Dicer) u Jlaticep-nomo6usie 6enxu (DCL, Dicer-like);
- Mansie unrepdupupyromue PHK;
- benku ARGONAUTE (AGO);
- Oddexropusiit PHK-unaynmpyemsiil komreke caitniencunra reda (RISC)

- PHK-3aBucumas PHK-nonumepasa (Bagasra, Prilliman, 2004).
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4.2.1 DICER-nono0HbIe 6enkn

Haiicep (DICER) u ero pacturenbHble aHAJIOTH Jaicep-noo0HbIe OelIKu
(Dicer-Like, DCL) - kpymHbIe TOJHIOMEHHBIC PUOOHYKJIEa3bl M3 CeMeHCTBa
PHKa3 III (RNase IIlI), pa3pesatonue asynenodeunyro PHK Ha xoporkue
dbparmenTsl  aBynenodedHbix PHK, koTopeie  Ha3pBaloT  KOPOTKUMU
unTepupupyronmmu PHK, nnmuno npubnusutensao 20-25 HyKIEOTHIOB.

CTpyKTypHO naiicep MO3BOHOYHBIX, HACEKOMBIX U Jlalicep-TI0/I00HbIE OETIKH
pacTeHuil comepkaT, Kak MpaBwiIo, IECTh TUIOB AoMeHOB (puc. 7): DEAD-boX,

helicase-C, DUF283, PAZ, RNase III, u dsRBD (Margis et. al., 2006).

DExD Helicase-C Duf283 PAZ RNaselll dsRB

- I g W

nelix

Puc 7: Crpyktypa Dicer. B BepxHell yacTu pHCyHKa IpEICTaBlICHA JIMHEHHAs
NPOCKIMS JOMEHOB HaWaeHHbIX B Dicer m Dicer- momoOHbIx Oenkax. (A)
[IpocTpancTBeHHOE pacnoioxeHue oenka Dicer. Cunum, ormeueHa N- 001acTh,
opaHkeBbIM 00J51acTh PAZ, KpacHBIM CO€TMHUTEbHAS CITUPAITh, KEITHIM 00J1aCTh
RNase Illa, 3enensim RNase III b, ceppim — Rnase - cszpiBatomumii qomex. (B)

KpynHblii 11aH KaTanuTHYECKUX 1eHTpoB Oenka Dicer (Macrae et. al., 2006).
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PAZ, RNase III, u dsRBD pgomeHbl, y4acTBYIOT B CBS3bIBAHUU
neynenoueuynot PHK u ee pacmennenun (Macrae et. al., 2006). O6nacts PAZ
coenuHeHnHa ¢ RNase [1la 00acTbio JIMHHON O-CIIMPATIBIO U MOYKET CBSI3bIBAThH
koHen aByuenodyeunod PHK. Kpome toro, momen PAZ Ttakke urpaer poJib B
ces3eiBaHun  onHorenmoyeunbix PHK (Kini et. al.,, 2007). B momonnenne
3akperienuo  aynenodeynHord PHK, RNase III gomen, B panpHenmem
HerocpeAcTBeHHO cBs3biBaeTcs ¢ PIWI-o0nacteio OenkoB Argonaute (Tahbaz,
2004). Jlomen casswiBatomuii asynenodeunyro PHK (dsRBD pgomen) Tak ke
y4acTBye€T B TMpOLECCE€ Y3HaBaHWS pas3iuuHblx ocHoBanuii PHK mnpu
nocyeaytoneM oobeanHeHnn komruiekca (Margis et. al., 2006). Jlomen DUF283
BOBJICUEH B BBIOOp HeoOxoaumon kopoTkod uHTepdupupytomeir PHK, y3naBas
acummMetputo PHK nymekca minum B3aumoneiictBys ¢ dsRBD-gomenom (Dlakic,
2006).

VY HekoTopbix popM Dicer-nogoOHbIX OEIKOB MOXKET OTCYTCTBOBATh, OJIMH
WJIU HEeCKOJIbKO ToMeHOB (Margis et. al., 2006).

O6pazoBanue kopoTkux uHTepdepupyrommx PHK u3 qnuHHBIX MoJekyn
neynernoueunoit PHK mocpencTBom Genka qaiicep oCyniecTBISIETCS B IUTOILIA3ME
(Kirenos, 2005; Lee et. al., 2004; Xie et. al., 2004). B pe3yabTare aciicTBus Oeka
naricep 00pa3yroTcs Kak KOpOTKHE (25 map HYKEOTHIOB), TAK U OTHOCHUTEJIHLHO
nmuHHble (130 map HykneotnnoB) wmosekyiasl PHK-nymiexkcoB ¢ paBHOM
s¢dexruBHOCTRIO. (JIoramenko, 2006; Elbashir et. al., 2001).

«DKCTIepUMEHTHI IN VItro mpoaeMoHCTpUpoBaiu, 4to Oenok Jlarcep MoxeT
MOCJIEIOBATEIBHO OTIICTUIATh KOopoTkue unrephupupyromme PHK ot monekys
npoTshkeHHo! aBytenodedHor MPHK ¢ omnoro konmay» (Jloramenko, 2006).

B Toxe Bpems MOKa3aHO, YTO pPACLICIUICHUE JalCEPOM MPOTIKECHHOU
npyuenoyeyHoit MPHK MoxeT npoxoauTts 1 o BHyTpEHHUM CaiiTaM, HO C TOpa3o

MeHbleH 3¢ dekTuBHOCTHIO (Zhang et. al., 2002).
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«IIpn »TOM e€cnu pacuienaeHne MNpoTsHKEeHHOW AByuenodyeuHot PHK
MPOUCXOJIUT C KOHLIEBOM 00JIACTH, TaHHBIM MpOLIecC MPEA0TBpaAlIaeT Cly4yaiHOe
pacueryieHue NPOTSHKEHHBIX IIMWICYHBIX CTPYKTYp, NPUCYTCTBYIOUIUX BO
BHyTpeHHuXx parionax MPHK u apyrux xnerounsix PHK» (Jloramenko, 2006;
Morse et. al., 2002).

«Tak xak Dicer otnocutcs k cemeiicty PHKaz III pasmemnnenue
OCYIIECTBJISICTCSl XapaKTEPHBIM JUIsl 3TOTO CEeMECTBAa 00pa3oM - KaxJbli KOHEIl
JTyTUIEKCa COACPKUT Ha 3' KOHIIE JIBa BBHICTYIAIONINX HE CHApPEHHBIX HYKJICOTHA,
a Ha 5' koHie — ¢ochar» (Song et. al., 2004). «PeHTIreHOCTPYKTYPHBIH aHAJIH3
Oenka Dicer u3 xryrukoBoro npocreiiiiero Giardia mokasas, 4To IIMHA TyTUIeKca
KopoTkux uHTepdupupyromux PHK ompexnensieTcs B3auMHBIM PacrooKeHUEM
nomena PAZ u xatanutudeckux gomeHoB B Dicery. (Kirenos, 2005; Macrae et. al.,
2006).

«Konen nBynenoueuno PHK ¢ nByms 3' BeICTynaronmmmu myKjieoTUIaMU
yaepxuBaercss PAZ nomenom. JIBynenoueunas PHK mnporaruBaercs 1o
noBepxHocTH Dicer oT PAZ noMeHa K KaTaTUTUYECKOMY LIEHTPY U ATO PACCTOSTHUE
npeopeaeIisseT pasmep HoBooOpa3oBaHHoro Aymiekca» (Tahbaz et. al., 2004).

«PacnonoxxeHne caiita pacuiemyieHus OeJIKoM Jaiicep omnpenensercs
MMEHHO CTPYKTYPOU KOHIIOB AYIUIEKCA, TPU 3TOM MOCIE0BATEILHOCTh KOPOTKHUX
unteppupupyrommx PHK, sBasercs BTOppiM 10 3HAYUMOCTH (HAaKTOPOMY
(JToramenko, 2006; Tahbaz et. al., 2004).

benok palicep MpUCYTCTBYET y BCEX JYKAPHUOTUUECKUX OPraHM3MOB 3a
UCKIIIOUeHHEeM mekapckux apoxoxeit (Bernstein et. al., 2001). ¥V xopmoBbix
JKUBOTHBIX, 1 HEMATOJ JIaiicep MPEeCTaBJICH TOJIbLKO OJHUM THUIIOM Oejka, Toraa
KaK y BBICIITUX PACTEHUM, U HEKOTOPHIX IprOOB, B yacTHOCTH Neurospora crassa u
Magnaporthe oryzae, npucyTCTBYIOT HECKOJIBKO (POPM Aaiicep-mog0OHBIX OEJIKOB.

Hanpumep, mist puca moceBHoro (Oryza sativa) xapaktepusl 5 dopm
narcep-mogo0HbIx 6enkoB. st abpukoca smoHckoro (Prunus mume) kak u gist A.

thaliana xapakrepssl 4 Gopmbl gaiicep MOAOOHBIX OEIKOB.
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Hanpotus, B opranusme 3ejieHbIX MOpCKHX Bojgopocieid, Chlamydomonas
reinhardtii, mpucyTcTByeT OIMH Aaiicep-mOAOOHBIH OCIOK C eIMHUYHBIMU
helicase-C, Duf283 u dsRB oGmactsmu, u asymst obmactsmu RNaselll, gto
MO3BOJIMJIO TIPEIOJIOKUTh CYIIECTBOBAaHHWE EIWHCTBEHHOTO OOIIEro TreHa-
IPEAIIECTBEHHHUKA, IPUCYTCTBOBABLIETO B OOIIEM NPEIKE MOPCKUX BOJOPOCIEH,
13 KOTOPOTO BIOCIEACTBUH SBOJTIONMOHHO PA3BUIIUCH T€HBI, KOAUPYIOIINE YETHIPEe
dbopMbI maiicep-nogoOHBIX OeNKOB B pacTeHusX. Mccaemys renom Tetrahymena
thermophila, oOmuii mpeaok KOTOPOro pa3omiesicss ¢ OCTAIbHBIMU PACTCHUSAMHU
OKOJIO 2 MWJITMAp/ia JIeT Ha3aJ] HallUIK, JIBa Te€Ha KOJUPYIOUIUX Jaicep-moa100HbIe
oenku, oonanaromue helicase-C u neymst RNaselll o6nactsmu.

Takum 00pa3zom, BeposTHO, IMEHHO I'eHBbI Ipejika Tetranymena thermophila
U ObUIM OCHOBOM JJIsi (pOpMUpPOBaHMS COBpEMEHHBIX Dicer-moo0HbIX OEIKOB B
X0JI¢ IBOJIOIMHU. DBOJIOIMOHHOE PACXOKJICHHE T€HOB KOAUPYIOIIHUX Aaiicep u
naricep-mogoOHbIe OCJIKM Jaiicep B HACEKOMBIX, HEMAaTOJO0B M PACTEHUSIX OT
MOCJIETIOBATEILHOCTH €TMHOTO TIPEIIIIECTBEHHUKA, BEPOATHO, MPOU30IIO OKOJIO
1.6 Mmunnapaa neT Haza.

[TosiBnenue msToro Dicer-momoOHOro Oenka, MO BPEMEHH COBMIAAacT C
HAa4yaJioM  DJBOJIIOIMOHHOTO  PACXOKICHHWSI TE€HOMOB  XJICOHBIX  3JIaKOB,
npubnusutenbHo 70 muwumoHoB JeT Hazan (Margis et. al., 2006). Beictpoe
YBEJIMYCHHE CEMEICTBa Jaiicep-mogo0HBIX OCIKOB B PACTCHUSX MOTJIO ObI OBITH
JaCTUYHO BBI3BAHO TpPeOOBAaHWEM TPOTHUBOJACHCTBUS BHUPYCHBIM HWHOEKITUIM
(Deleris et. al., 2006). DBonroIs BUPYCOB M MEXAHU3MOB UX MPOTHUBOJACUCTBUS
UMMYHUTETY PaCTEHUS-XO035MHA TOCTOSHHO MPOAOHKACTCS, MOATOMY Pa3yMHO
MPEANOJIOKUTh, YTO DBOJIOIMOHHOE pacuiupeHue ¢GopM CeMencTB nmaiicep-
MOTOOHBIX OCJIKOB M UX BUIOBAS TETEPOTCHHOCTD TAKXKE MPOJIOJIKACTCS.

OYHKIIMU, OCYIISCTBISEMbIC pa3HbIMH (QopMaMu Jancep-ToT00HbBIX
OCJIKOB, pa3IMYarOTCSd W, KakK IPaBWIO, Jalcep-NMoJ00HbIe OCIKH SBISIOTCS

(I)YHKI_II/IOHaJ'H:HO CriconaJin3npOBaHHBIMU.
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«Tak, B renome A. thaliana 0a3o0BbIli HaOOp M3 YETHIPEX MAPaAIOrOB
koaupyer Oenku AtDCL 1-4, QyHKIMOHAIBbHO CIHEHHAIM3UPOBAHHBIC U
XapaKTEepU3yIOUIHeCs BHIPAXKEHHON M30UPaTebHOCThIO B OTHOILIIEHUH CyOCTpaTa
(Xie et. al., 2004; Mlotshwa et. al., 2008). AtDCL1 renepupyer mukpo-PHK,
UCIIOJB3Ys B KauecTBe cyOcTpaTta oaHouenoudeunble PHK, oTnensHble ydacTku
KOTOPBIX 00JIaJal0T HECOBEPIICHHOW ABYIIEMOYCYHOW CTPYKTYypOH THma stem-
loop; AtDCL2, AtDCL3 u AtDCL4 o6nagatoT OOJIBIIUM CPOJCTBOM IO
oTHOWeHNIO K MojekyinaM PHK ¢ coBepimieHHOM IByLENOYEUYHOM CTPYKTYpPOID»
(Apxwurnos, 2011).

«IIpu BupycHoit undexuuu Bce yethipe Tuna DCL-6enkoB apadugoncuca
YYacTBYIOT B paclICIUIEHUH peruiMKaTuBHBIX (opMm BupycHbIx PHK, onnako
OCHOBHYIO aHTUBHpYCHYIO ¢yHKuMI0 BbinonHseT AtDCL4: B pesynbTaTe
JNeUcTBUsL  3TOro  Oeynka 00pa3yloTcss  BUpycchneludUuecKkue  KOPOTKHUE
unteppupupyromme PHK mnmuHoit 21 map HyKI€OTHIOB, KOTOpBIE, BO-NIEPBbIX,
OPUHUMAIOT AaKTUBHOE YyyacTHe B TMpollecce CcHeuuduueckod aerpaganuu
BupycHoi PHK  »sddexropupim  kommekcom  RISC  u, BO-BTOpBIX,
GyHKIMOHUPYIOT B KadecTBe MoOwmibHOro curHana PHK - wuntepdepennuun
(Dunoyer et. al., 2010)» (Apxumos, 2011).

«Mansie untepdepupytonme PHK, renepupyembie AtDCL2, urparot B
ATUX Tporeccax noaunHeHHyto poib, a AtDCL1 u AtDCL3, xoTs u cnocoOHbI
paspesarb BuUpycHble nByuenodeunbie PHK na xopotkue (24 bp) ¢pparMeHTsl,
aHTUBUPYCHOW aKTUBHOCTHIO HE 00namaroT» (Apxumos, 2011).

K coxxaneHuto, moaHOCTHIO ONMKCATh yYacTHe Jaicep-moJg00HbIX OENKOB B
MOJIEKYJIIPHBIX MPOIECCaX HE MPEACTABISIETCS BO3MOKHBIM B KOHTEKCTE JTAHHOM
pabotel. «llo MHMO OCHOBHOW (YHKIIMM — TPOAYIEHTAa KOPOTKHUX
unteppupupyrommx PHK B kjeTke Kak KOMIIOHEHTa aHTUBUPYCHOIO
(bUTOMMMYHUTETA, NPEICTABIACTCS BaXXHBIM yKa3aThb Ha TOT (DAKT, 4TO OEIKU
cemeiictBa Dicer, yudacTByioT U B (¢dopmupoBanuu 3pensix MukpoPHK wu3

HIMAJICYHBIX mpeamecTBeHHIKoB» (KieHos, 2005).
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«Yuactue B mertabonusme MUKpoPHK u KopoTkux uHTEp(UpPHPYIOMIHMX
PHK paznuunbix paiicep-nogoOHBIX OEIKOB MO3BOJSET U30€KaTh KOHKYPEHIUH,
KOTOpasi Morja Obl, HalpuMep, MPU BUPYCHOM 3apaKeHUU U MOSBJICHUH H30bITKA
KopoTkux uareppupupyromux PHK npuBecT k HapyleHUo BaXXHOH 11 KIIETKU
mukpoPHK-3aBucumoii perymsimuu sxcnpeccun reroBy» (Deleris et. al., 2006;
Margis et. al., 2006).

B npyrux cmnydasx, naiicep M Jaicep-nofoOHble O€IKHM Y4acTBYIOT B
MHULMAIUU cOOpKU 3(PPEKTOPHOro KOMIUIEKca, a Takxke, npu ydyactun dsRBD-
JIOMEHa B BbIOOpe, Kakas M3 Leneil kopoTkoro uHtepdepupyromero PHK-
nyiiekca oyaeT Bxoauth B coctaB komiuiekca RISC. (Kienos, 2005; Forstemann
et. al., 2007). Takum oOpa3zom, Dicer He TONBKO pacIICIUISIET BYICTIOYCYHBIC
PHK, HO u sBifeTcs KOMIOHEHTOM NPOMEXKYTOUYHBIX OEIKOBBIX KOMILIEKCOB

(Tomari et. al., 2007).

4.2.2 Maabie untepdepupyromue PHK

3HAUUTENBHBIM JOCTHKEHUEM TOCIEIHUX JIET B 00JACTU MOJIEKYJISIPHOU
Ouonoruu cramo OTKpbiTHe 1enoro psaa wmanbix PHK, ywactByromux B
pa3HooOpa3HbIX Ouosiornyeckux mnpoueccax. Cpeau HUX BoIIEIAIOT, MUKpOPHK
(microRNA, miRNA) u manbie untepdpepupyromme PHK (small wmm short
interfering RNA, siRNA). Mansie unrepdepupytomue PHK Brmrouarot: piwi-
B3aumojerictpyroue PHK (piwi-interacting RNA, piRNA), TpancneiicTBytoiye
masteie uHTepPpupupytomnme PHK (Trans-acting SiRNA, ta-siRNA), HaTypaibHbie
AHTUCEHCTPAHCKPUNT-MIPON3BOIHEIE Manble uHTepdepupyromme PHK (natural
antisense  transcript-derived  small  interfering  RNA,  nat-siRNA),
aCCOIIMMPOBAHHBIE C TEHOMHBIMH TIOBTOpamMu Maibie uHTepdepupytonme PHK
(repeat-associated small interfering RNA, ra-siRNA), rerepoxpomMaTWHOBBIC
manbie uHTepdepupyromme PHK (heterochromatic small interfering RNA, hc-
siRNA) (Rana, 2007).
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B xoHTekcTe naHHOM pabOThl MBI OCTAHOBUMCS TOJIBKO Ha KJIACCE€ MaJIbIX
untepdpepupyromux PHK yuactByrommx B oOecrieueHUHM aHTUBUPYCHOIO
dbuTOUMMYyHUTETA.

Mansie unrepdepupyromme PHK — nBynenodeunsie PHK-mymiekcsi,
TUHOM 19 - 23 HyKIeOoTUIHBIX Hap, ¢ GocHOPHIMPOBAHHBIM HYKICOTHIOM HaA 5’
KOHIIE ¥ HE (hochOpHIMPOBAaHHBIMH, BRICTYAIONTUMH JABYMsI HYKJICOTHIaMH Ha 3’
KOHIle, OOpa3yrolyecss B KIETKE B pe3yibTaTe IeHCTBUA Oelika naicep u
CIIOCOOHBIE KOMIUIEMEHTapHO (MJIM YACTUYHO KOMIUJIEMEHTAPHO) CBS3BIBATHCS C
marpuuHoii PHK, nanpasnss peiictBue PHK umHaynupoBaHHOro KoMmIuiekca
cainiencudra reHoB (RISC), uto BmBBIBaeT paspymenue >toit MPHK w/mmm
uHrubupoBanue TtpaHcisaiuu. O6a 3tu 3dexTa NPUBOAIAT K TOJABICHUIO
skcrpeccun rena-muinenn. (Xie et. al., 2004; Ambros et. al., 2003; Bernstein et.
al., 2001; Toman et. al., 2004).

«Crnenyomye CTPYKTYpHBIE KPUTEPUM, XapaKTEPU3YIOT HauboJsiee
sbdextuBHbie  Manble uHTepdepupyromue PHK  (ypoBens monaBneHus
sKCIpeccuu 1eneBoro reaa> 95%)y» (Jloramenko, 2006):

«1) GC coctas 30 - 52%;

2) He menee Tpex A/U HyKJI€OTHAO0B B mo3uusax 15-19 cMeicioBoi nenwu;

3) OTCYTCTBUE MAIIMHAPOMOB UM HHBEPTUPOBAHHBIX MOBTOPOB;

4) aeHO3WH B MO3UIKAX 3 ¥ 19 CMBICTIOBOM 1IEMH;

5) ypuaus B no3uriuu 10 cMbICTIOBOH 11€TIH;

6) 1r000i HYKIJICOTH]T KpOME TYaHO3MHA B MO3UIMH 13 CMBICTIOBOM IIETIH.

«7) Hanmnuyue ypuanHa B o3uuu 2 v 11 aHTUCMBICTIOBOM 1EMH,

8) HaJMuYue ryaHnu3rHa B MO3UIMK 21 aHTHCMBICTIOBOH 1enn» (JlorameHko,
2006; Reynolds et. al., 2004; Amarzguioui et. al., 2004; Chalk et. al., 2004;
Huesken et. al., 2005).
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XapakTepHbIM NPU3HAKOM, OTJIMYAIOIIMM Malibie uHTepdepupyronme PHK
ot mukpo-PHK, siBisieTcst cTpykTypa npeiecTBeHHUKa, U3 KOTOPOro o0pa3yrorcs
siRNA, a umenno mnmunanHas nasyuenouedHas PHK pasnuunoro (tpancrensi,
BHPYCHI M TPAHCIIO30HBI) IporcxokaeHus (Bartel, 2004; Axtell et. al., 2007).

«Ouporennele Manble uHTEepGepupytomme PHK coorBerctByror, B
OCHOBHOM, IIOCJIEIOBATECILHOCTSIM Pa3IUYHBIX MOOWJIBHBIX JJIEMEHTOB U
reTepoxXpoMaTHHOBEIX MOBTOpOB» (Kienos, 2005; Aravin et. al., 2003).

OG6pazytomue MaJible uHTepdepupyromme PHK-nynnekcsl
PUOOHYKIIEMHOBBIE 1IETH JTUCCOIMUPYIOT, IIPU 3TOM OJIHA U3 LIETeH, «BeAyIas,
y4acTBye€T B JalbHEWIIMX Mpoleccax MNOCTTPAHCKPUIILIMOHHOTO T'E€HHOIO
caiineHncuHra. Jlpyras 1emnsb, «rmaccaxupckas, pa3pyniaercs.

«IIpennonoxuTeNbHO, pa3beIMHEHUE LIETe MabiX HUHTEpPEpUpYyIONTUX
PHK- nyminekcoB sBisieTCsl aKTUBHBIM, SHEPrOMOTJIONIAIONIUM IPOIECCOM,
KaTAIM3UPYEMbIM OJHUM WJIM HECKOJbKMMHU YICHaAaMU CeMEcTBa OeIKoB
DEXD/H, wucnonap3yomux 3HEpPrut0 ajaeHosuHtpudocdara aias pasneneHus
nocienoBareiabHocteit PHK» (Jloramenko, 2006; Schwarz et. al., 2002).

«Pacxoxnaenue nernei manbix narepdepupyromux PHK npoucxomut mox
JNercTBUEM Xenmkasbl B npucyrtctBuu AT®, mocne dvero ogHa u3 Leneu
CBSI3bIBAaETCS C OenkoM Ago2 OTHOCAIIEMCS K ceMeWCTBY OenkoB Argonaute u
npoucxoaut coopka komruiekca RISCy» (Jloramenko, 2006; Nykanen et. al., 2001;
Bartel, 2004). «AnbpTepHaTHBHAs MOJE/b, Kacarollascs pPacXOXJACHHS Ierei
Maneix uHTepdepupytonux PHK, mnomgpazymeBaer, uro c¢ Oemkom Ago2
CBSI3BIBACTCS HEMOCPENCTBEHHO Manblii wuHTepdepupyrommii  PHK-aymiexcy
(JIoramenko, 2006). PacmierieHHe «IacCaKUPCKOM» IICMH MPOMCXOIUT B
npoiiecce oOpazoBanusi komruiekca RISC. PIWI momen Ago2 cBsi3bpiBaeTcs ¢
OJIHMM U3 KOHII0B Majioro unrepdepupyromero PHK-aymnekca (Ma et. al., 2004).

3aTteM Ago2 paclIeIuIseT «IACCAKUPCKYIO)» LIETb.
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[Tocne pacmennenus neneBoid MPHK, kommiekcom RISC HanpaBnsembiM
BeNyliel nenwsio manoro uHTepdepupytonero PHK-nymekca, yyactku naHHoi
MPHK cranossarcs marpunen nia PHK 3aBucumoint PHK nonvumepassr B mponecce
cuHTe3e nnuHHOro AylenoueyHoro PHK-gparmenta. «Beaymas» nens Manbix
untepdepupyronmx PHK B qannoM nmpornecce urpaet posis npaiimepa.

C oOpasyromumcs B pesynbrate nedictBusi PHK-3aBucumoit PHK-
noyMMepassl  (GparMeHTOM B3aUMOJICMCTBYET Oe€loK Jaicep, HUHIYLUPYS
IIPOU3BOJICTBO BTOPUUHBIX ManbiXx HHTEphepupyrommx PHK.

Kpome mnepBuYHBIX W BTOpUYHBIX Manbix HHTepdepupytonmx PHK B
00€eCrieYeHn aHTUBUPYCHOTO (PUTOMMMYHHUTETAa KOCBEHHO MOTYT Yy4acTBOBAThb
nat-siPHK u ta-siPHK.

B oOpa3zoBanum TpaHCaKTHBHBIX Malibix wuHTepdepupyrommx PHK
NPUHUMAIOT y4acTHe crenu(uueckue He KOAMPYIOIIUE YJacTKH reHoMa - TAS
rensl, MUKpoPHK u PHK-momumepasza II (Chapman and Carrington, 2007).
Pacmiennnennie TAS PHK na nBe yactu Hanpasnsiercs MukpoPHK. 5'-konieBas
yacth TAS3, a 'y octansHbix TAS PHK 3'-koHueBast yactb nmpeoOpa3oBbIBaETCS B
nsynenoueunyto ¢opmy PHK-3aBucumoit PHK-mommumepasoii Il (mampumep,
RDR6).

Oo6pazoBaBumecss asyuenodeynsie PHK Hapeszatorcs nmaiicep-nmogoOGHbIM
oenkomoM Ha ¢parmenTsl qiauHOM 21 H. - tasiPHK. Takum ob6pazom tasiPHK
oOpasyrorcs U3 JUIMHHBIX ABynenodeyHsix PHK mnpeamecTtBeHHUMKOB, Kak U
BTOpruHble Manbie uHTepupupytomue PHK, ognako tasiPHK we momHOCTBIO
KOMIUJIEMEHTAapHbl T'€Hy-MUIIEHH, 4TO pPOoAHUT nx ¢ MUKpOoPHK. Perymmpyror
HKCIIPECCUIO TEHOB, MPU ITOM «OCOOEHHOCTh UX JICUCTBUS CBA3aHA C TEM, YTO OHU
(GyHKIIMOHATFHO MHAKTUBUPYIOT HE T TeHBI, KOTOPBIMU Koaupytotcs (TAS rensr),
a WHbIE T€Hbl, B OCHOBHOM KOJUPYIOIIHE PEryJISITOPHBbIE OEJIKH, YTO MOXKET

MOBBICUTh YCTOWYMBOCTh PACTEHUN K a0MOTUYECKUM U OMOTUYECKUM (haKTOpam»»

(Liu et. al., 2008).
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Nat-siRNA o0Opa3yromuecss B pe3ysibTaTe ACUCTBUS Jancep-1moJ00HOro
oenka (DCL2) na 760-HyKkJI€OTHIHBIN ABYXIIETIOYEUHBIH TPAHCKPUNT, YYACTBYIOT
B MTOCTPAHCKPUNIIUOHHOM PETYJISIUI0O T€HOB, BOBJIICUCHHBIX B MPOTUBOBUPYCHBIM

OTBET M 3aIlUTy OT MATOT€HHBIX MUKpoopranu3moB (Borsani et. al., 2005).

4.2.3 beaku cemeiicrea AGO (Argonaute)

benku apronaBtel (Argonaute, AGO) — ceMeiicTBO OCIIKOB, Y4aCTBYIOIIHX
B pa3HooOpa3Hbix mpoueccax PHK-unteppepenmmu, B TOM  4yHcCIe
NOCTTPAHCKPUIILIMOHHOM caiyieHcuHre reHoB. AGO-0enku HemnocpeacTBEHHO
B3aUMOJICUCTBYIOT ¢ ManbiMu uHTepdepupytonmmumu  PHK  u  sBistores
IEHTpaJbHbIM OeNKOBBIM KoMnoHeHTOM KomIuiekca RISC (RNA induced silencing
complex), BermosnHsroero pacuiemieHue neneoit MPHK (Hammond et. al., 2001;
Martinez, et. al., 2004).

AGO-6enkn oOHapyKEHBI CPEAN IYKApUOT, HEKOTOPBIX apXei, rpuOoB u
OakTepuii. OBOJMIOUUOHHBIMHU TpeamecTBeHHUKaMu AGQO, mo-BUIUMOMY,
SBJIAIOTCS O€JIKU - (paKTOPbI MHULIMALIMK TpaHcisauuu (Anantharaman et. al., 2002).
Y osykapuor, AGO-0enku B BBICOKMX KOHIIGHTpAIUMAX OOHApYyKUBAIOTCA B
palloHax LUTOIJIa3MbI KJIIETOK, M3BECTHBIX KaK UTOIIa3MaTu4eckue tenpia (Ding
et. al., 2007).

B pacrenusax AGO mnpeacTaBieHbl HECKOJbKUMH T'OMOJOTHYHBIMH
Oesikamu, B YaCTHOCTH y apadbuporcuca npucyTcTBytoT aecsitb (AGO 1-10) 6enkos
apronastos (Voinnet, 2009).

AMMHOKHCIIOTHBIE — mocaenaoBarenbHOCTH  AGO-06enkoB  popMupyroT
BbicOKOKOoHCcepBaTuBHBIC PAZ u PIWI nomens! (Hammond et. al., 2001, Caudy et.
al., 2003). Takue ctpykrypHbie smemeHTsl (Puc 8.) xapakrtepast u mas AGO
DKCIPECCUPYEMBIX B JKMBOTHbIX,  Hampumep AGO  kKoaumpyemoro
nocienoareabHOCThIO reHa rde-1 B C. elegans (Tabara et. al. 1999), u pactenui,
argonaute-1 B Arabidopsis thaliana (Fagard et. al. 2000), u rpu6os, qde-2 B

Neurospora crassa (Catalonotto et. al., 2000).
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Pucynok 8. Tpexmepnas moaens AGO 6enkoB. (A) AGO 2 Arabidopsis thaliana
B3aUMOJICHCTBYIOIIMI ¢ ManbiMu uHTepdepupyronmmu PHK (Frank, 2012). (b)
Benok Argonaute u3 apxeadbakrepuu Pyrococcus furiosus. XKenteim otmeueH PAZ

nomeH, kpacHbIM - PIWI-nomen B kommekce ¢ npyuenodeunoit PHK (Song et. al.,
2004).

«PEHTreHOCTPYKTYpHBIM aHamu3 Oejika TMokaszaja, 4YTo O00Jsamarouui
DHJIOHYKJIEa3HOU akTUBHOCTBIO PIWI OMEH mo CTpyKType CX0XK CO CTPYKTYpOu
PHKaser II, ocymectBmsromenn paspezanne PHK B PHK-IHK pymiekcax»
(Knenos, 2005; Song et. al., 2004).

PAZ  nmomeH, cmocoOeH  CBS3BIBATBCA € 3'-KOHLIOM  MaJIbIX
unrepdepupyromux PHK, ob6ecrieunBas ee Bkiatouenue B komruieke RISC (Lingel
et. al., 2003). Piwi-momeH, yuacTByeT, MOCpeacTBOM cBoero C-KOHIIEBOTO
dbparmenTa, B OelOK-0enkoBBIX B3auMojiehcTBUsX ¢ dsRBD-momenom (momen
cBs3piBaHus aBy1ienoueunoit PHK) Genka naticep u crmocoOeH B3auMoIeiiCTBOBATh
¢ 5'-xonmom mainsix uHTepdhepupyronmx PHK (Tahbaz et. al., 2004, Ma et. al.,
2004).
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Mytamuun B reHax, komupyroommx AGO-0enku, HapylalT MPOIECC
MIOCCTPAHCKPUIIITMOHHOTO  TeHHoro  caiyieHcunra  (Bartel, 2004), wim
MHTUOMPOBaHUE TPAHCKPUIIUH B siape (Zilberman et. al., 2003).

OynkiuoHanbHas posib AGO-0€KOB B KJIETKE pa3HUTHCS B 3aBUCUMOCTH
OT TOTO KaKOH M3 TOMOJIOTOB Y4aCTBYET B MOJICKYJISIPHOM TPOIIECCE.

Tak y apabugoncuca AGO 1 sBusace kommoHeHToM  RISC
B3aumozeiictyer ¢ MukpoPHK (Vaucheret et. al., 2004) u MoxkeT ydyacTBOBaTh
TaK)K€ B CAWJICHCHMHIE T€HOB, OMOCPEIOBAHHOM MAaJIbIMU HHTEpP(DEpPUPYIOITHIMH
PHK (Bohmert et. al., 1998; Fagard et. al., 2000; Kidner, Martienssen, 2004;
Vaucheret et. al., 2004).

«AGO 2 yuactByeT B IIpOLECCE MOCTTPAHCKPUIILIUOHHOIO T'E€HHOI'O
Call/ICHCHHTa, SBISSACH KIOUEBbIM  KoMroHeHToM PHK-unmymumpoBanHoro
KOMIUIEKCA CalJICHCMHTa TE€HOB MW HEMOCPEICTBEHHO pAaCIICIIsAs IIEJIEBYIO
Matpuunyto PHK-mumens» (Apxunos, 2011).

«AGO 1,2,3 u 4 (AGO 1-4) coBMECTHO ¢ MaJIbIMU UHTEPDHEPUPYIOIIHUMHU
PHK, coneiictByroT Moaudukammu xpomaruHay (Apxwumos, 2011; Zilberman et.
al., 2003; Chan et. al., 2004).

benku 5TOro ceMelcTBa yYacTBYIOT TaKKe B Pa3BUTUU MEPUCTEM Y
apabunoncuca (Jeffery and Nakielny, 2004; Kim et. al., 2006; Weinberg et. al.,
2006). Kpome Toro, mis otaenbabix AGO-6enkoB, Hanpumep AGO 7 A. thaliana,
XapakTepHa TKaHecTenu(puuHas dKCIPECCUs MM SKCIPECCUsl Ha OIpeIeTICHHBIX

craausix pazsutus (Hunter et. al., 2003).
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4.2.4 PHK-3aBucumasi PHK nosiumepasa (RARP)

PHK-3aBucumass PHK-monmumepasza (RNA-dependent RNA polymerase,
RARP) — d¢epmeHT yuacTBylOmMi B IMOCTTPAHCKPUIIIMOHHOM TE€HHOM
CaWJICHCUHTE.

[Tocne obuapyxkenus aktuBHOCTH RARP, B 1998 mocnemoBaTtenbHOCTS,
COOTBETCTBYIOMIAs TeHy koaupytomemy PHK-3apucumyro PHK-nmonmvepasy Obura
BbIJICJICHa U3 TeHOMa ToMara W kioHupoBaHa (Schiebel et. al., 1998). Kpome
pactenuii, RARP oOnapyxeHsl B HeMaroaax, rpubax M BUpycaX, HO, IIO-
BUJIMMOMY, HE TIPUCYTCTBYIOT Y HACEKOMBIX M TTO3BOHOUHBIX KUBOTHBIX (Cogoni,
Macino, 1999; Djupedal, Ekwall, 2009). «ITpu 3ToM B pacTeHUAX PYHKIUOHUPYIOT
HECKOJIBKO TOMOJIOTMYHBIX TeHoB koaupyrommx PHK-3aBucumble PHK-
nojauMepasel, B uactHocTH Arabidopsis thaliana u Solanum lycopersicum
HACUUTHIBAIOT IIecTh (GyHKIMOHAIBLHO akTUBHbIX TeHa RdARp (Wassenegger,
Krczal, 2006), puc u kykypy3a s (Bai et. al., 2012; Kapoor et. al., 2008) u, no
kpaitneii mepe, Tpu Nicotiana tobaccum u N. attenuate (Qian et. al., 2011)»
(Apxumnos, 2011).

benku komupyembie RARp-renHamu peanusyroT paziudHble (QYHKIIUU B
3aBHCHUMOCTH OT acleKkTa KiieTouHol aesteabHocTu (Wassenegger, Krczal, 2006).

«AtRDR1 y A. thaliana u ero opromnor B Tabake, NtRDR1, ygactByeT B
MPOU3BOJICTBE M HAKOIUICHUMH Maibix uHTepdepupytonmx PHK B 3apaxeHHBIX
pacTeHusix, OMOCHMHTE3€ CATUIIMIIOBOM KUCIOTHI U B ClTydyae BUPYCHON MHPEKIINH
BBI3BAaHHOUW TOOAMOBHUPYCAMU TMOBHIIIAET BOCTIPUUMYUBOCTH K BUPYCY TaOauHOU
mo3zanke (TMV), u Bupycy norpemkoBoctu Tabaka (TRV)» (Diaz-Pendon et. al.,
2007; Qu et. al., 2008; Yu et. al., 2003).
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RDRI1 Takxe ywactByeT B IIpoleccax ajanTaluyd PpacTEHUM IOcCie
MOBPEXICHUS TpaBOsIHBIMU kUBOTHBIMU (Pandey et. al., 2007). AtRDR2 cBs3aHa
C TMPOU3BOJACTBOM T€TEPOXPOMATHHOBBIX Manbix wuHTEephepupyromux PHK,
y4acTByeT B, onocpenoBanHoM ManbiMu PHK, nponecce metunupoBanus [JHK u
Moau(UKaIMu TUCTOHOB B TeloMepax y apadbupaoricuca (Vrbsky et. al., 2010).

Oyukunn AtRDR3-AtRDRS B Hacrosimee Bpemst HensBecTHBI (Willmann
et. al., 2011). AtRDR6, yyacTByeT B MOCTTPaHCKPUIIMIOHHOM CalJICHCUHI€ T€HOB
u ounorenese ta-SIRNA (Luo, Chen, 2007).

«B mporecce mnocTTpaHCcKpUNIMOHHOTO caiineHcunra reHoB (PTGS),
UCIIOJNB3Ysl B KAyeCTBE 3aTpaBKW OJHY U3 ILENed NEPBUYHBIX MaJbIX
unteppepupyrommx PHK-nynnekcos, a B kauectBe MaTpuiibl - Mojiekyty MPHK,
3TOT (PEpMEHT CUHTE3UPYET HOBBIE, CPABHUTEILHO IPOTSKEHHBIE JBYLIETIOUEYHBIE
PHK, wucnons3zyemble Oenkom paiicep A MPOU3BOJICTBA BTOPUYHBIX MAJIbIX
unreppepupyromux PHK» (Apxumnos, 2011).

VY A. thaliana (puc. 9) na neproii craguu PTGS oxun unu 6osee maricep-
noA0OHBIX OEIKOB paciierisieT Apylenoyednyto MPHK-Muiiens, 00pa3zyromryrocs
B pe3yJbTaTe peruinkauuu BupycoB. «llepBuunble Mainble uHTEphepupyroume
PHK, oOpa3yrommuecss B pe3ysibTare JAaHHOrO mpouecca, cBsasbiBatoTcsa ¢ AGO
oenkom (AGO 2), u HanpaBiisatoT paciierienue neineoid PHK, yuyactku kotopoit
apistorcst  marpunen  nns PHK-3aBucumoit  PHK-mommumepasst  (RDR6)»
(Apxunos, 2017).

VY pactenuii B kauecTBe 3aTpaBKH ISl HA4ajia CHHTE3a MOTYT BBICTYNATh KaK
OTAeNbHBIC ceHC- Tak U anTrceHc nenu PHK nymmekcos, Torma kak y C. elegans

HCIIOJIB3YETCs TOJIBKO OJ1Ha U3 1ienei (Vaistij et. al., 2002).
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Arabidopsis thaliana

Pucynok 9. Cxema yuactust PHK-3aBucumoii PHK-nmonumepassl B npouecce PHK-

unteppepenuu B A. thaliana (Chapman and Carrington, 2007).

Cunre3 obpasyromerocs asynenoueuynoro PHK-dbparmenTta nporekaer B
CTPOTO ONPEACICHHOM HAIPaBJICHUM OT S5'- K 3'-KOHIly, a NMPOAYKT pEeaKuuu
YAJUHEHUs] TOJIBEpPrarbcs paclIeIUIeHUu0 OenkoM Jaiicep ¢ oOpa3oBaHUEM
BTOPUYHBIX MOJEKys1 Maibsix uHTepdepupyromux PHK (Wassenegger, Krczal,
2006).

«Obpasyromuecss  BTOpu4Hble  Majble  uHTepdepupyromme PHK
BKItoyaroTcsi B 3ddexropHbiii komruiekc RISC mocpenctBom cBsI3bIBaHUS €
KIJTFOUEBBIM KOMITIOHEHTOM ATOTO KOMITJIEKca, OeTkoM cemericTBa Argonaute (Ago),

4TO MPUBOIUT K pacuieruieHuo supycuoit MPHKy (Elbashir et. al., 2001).

82



Kpome Ttoro, onn ycunuaroT 3¢@dekT uHTephepeHun yBEIUYUBasi €ro
mutenbHocTh (Sijen et. al.,, 2001). «Y Hemaron (C. elegans), pactenwmii
(Arabidopsis thaliana), u rpub6oB (Neurospora crassa) uHTepdepHupyromee
nerctBue Manbix nByuenodeunbix PHK-nmymiexcoB pacmpocTpaHsiTCs MeExIy
TKaHSAMH IIEJIOTO OpraHM3Ma, ¥ TaKuM 00pa3oM MOJABICHHE IKCIPECCHUU T'eHa
MO3KET IIPOUCXOIUTH B II000M TKAaHU HE3aBUCHUMO OT TOTO, B KAKOI TKaHU UCXOTHO
Bo3Hukia apynenodeudas PHK» (Knenos, 2005; Winston et. al., 2002; Hunter et.
al., 2003). «/launbIit 3pPeKT 00BACHAETCS AKTUBHBIM YYACTHEM COJICPIKAIICHCS B
atux opranusmax PHK-3aBucumoii PHK-nomumepasbl, crnocoOcTByrOIIEH,
coBMecTHO ¢ Apyrumu komnoHeHtamu PHK-nnTepdepennumn, obpazoBanuio
BTOPHYHBIX ManblXx uHTeppepupyromux PHK, sBmdrommxca curaamom

caitnencunra» (Apxunos, 2017; Dunoyer et. al., 2005).

4.2.5 P pekTOopHBII KOMILIECKC

«MOXHO BBICNUTH 3 OCHOBHBIX PA3HOBUIHOCTH A(H(HEKTOPHBIX
KOMILJIEKCOB, coaepxkamux mansie PHK:

- Komrureke PHK-unayunpoBanHoro CalJICHCUHTa TE€HOB,
ocyiecTBisitomuii paspesanue PHK-mumenu, kotopoit MmoxeT ObiTh kKak MPHK,
TaK ¥ Jro0as apyras oguonenodyeuynas PHK;

- MukpoprnOOHYKICOTPOTECHTHBIA KOMITJIEKC, HAIIPABIISIONTUI 110/IaBJICHUE
tpancissunu MPHK u copepsxammii B cBoeM cocraBe MukpoPHK;

- Kommiekc RITS, ocymecTBiasitomuii nmoAaBieHUE TPAHCKPUIILUA U
pEInpeccuIo XpoMaTHHaA.

MuxkpopuOOHYKICONPOTEUAHBIM  KOMIUIEKCBI ¥ Komruiekc  PHK-
WHIYIIMPOBAHHOTO CaMJICHCMHTa TE€HOB (DYHKIIMOHHPYIOT B IIMTOIUIa3Me, a
xomruieke RITS B siape» (Martinez et.al., 2004).

B koHTekcTe naHHbI pabOThl HIKE OyAeT paccMoTpeH 3(h(EeKTOpPHBIM

KOMIUIEKC 33/1eWCTBYEMBII OPraHU3MOM TP MOPAKEHUU BUPYCHOM HH(DEKIIHEH.
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Oddexropupiii  kommieke PHK-unaynupoBaHHOTO cailijieHCMHTa TI'€HOB
(RNA-induced silencing complex, RISC) — puboHyKI€OmpOTEHAHBINA KOMILIEKC,
paCIICIUIAIONIMN, WM MPEeAoTBpaIlalomuid  TpaHcasauuio BupycHo MPHK-
MUILICHH.

«MHOrounciIeHHbIE [TaHHbIE CBUIETEIBCTBYIOT O TOM, YTO pa3Mep
koMIiekcoB RISC, 3HaunTENbHO BapbUPYET, B YACTHOCTH MACCa BCErO0 KOMILJIEKCA
RISC BrinenenHoro u3 KynbTypsl kietok Drosophila melanogaster obuia ornienena
npuonusurenbHo B 500 k/la» (Hammond et. al., 2000). B toxe Bpems apyras
rpyIia yCTaHOBHJIA, YTO MUHUMAJIbHBINA akTUBHBIA Komiuieke RITS Drosophila
melanogaster moxxet uMeTh Maccy 232 k/la, B To Bpemst Kak pa3Mep HEHTPaIbHOTO
KoMIToHeHTa - 6enka AGO-2 - coctaBiseT Tobko 130 xJla (Nykanen et. al., 2001).

LenTpanbabiM KoMIIoHEHTOM KomIuiekca RISC mo Mumo 6enkoB cemeiicTBa
Argonaute (AGO) siBnseTcst U oHa U3 1eneil mansix uatepdepupyromux PHK-
JQYIJIEKCOB, MPU 3TOM MPEANOYTEHHE OTHAaeTCa ToMy (parMeHTy, S'-KoHell
KOTOPOT'O KOHBIOTUPOBAH MEHEE MPOYHO.

Kommneke RISC criocoOen Takxke BKIo4aTh B cBoii coctaB PHK-aymekcsl,
HE pa3leJiCHHblE Ha OTHENbHBbIE II€NKM, HO B 3TOM CIIy4ya€ OH OCTaeTCs
HEe(PYHKIIMOHAJIBHBIM U HECIOCOOCH OCYIIECTBIIAThH JANBHEHITYIO Jerpaaalruio
MPHK (Nykanen et. al., 2001).

«Dynkmunonaneubiil RISC 06pasyet kommiekc ¢ BupycHoit PHK-mutiensro,
1o MIPUHIIUAITY KOMIUIEMEHTApHOCTH ee MOCJIEI0BATENBHOCTH c
MOCJICIOBATEILHOCTRIO OJIHOM M3 1enedd Manbix uHTepupupytonmx PHK
BrioueHHoir B RISC» (Martinez et.al., 2004). «B3aumopeiicTBue KoMILIEKca
PHK-nHIynnpoBaHHOTO caijieHCHMHTra TeHOB ¢ BupycHo MPHK-memensro
OpPUBOAUT JIMOO K PENpeccud €€ TPaHCISIMU B CiIydae HEMOJHOU
KOMILJIEMEHTAPHOCTH, JHOO0 K  paculeuieHHI0 €€  TOoCIeJ0BaTebHOCTH
NpUOJIM3UTENIBHO B CEPEIMHE y4acTKa CIapUBaHUs B CIyyae MOJHON WM MOYTH

NoJTHOM KoMITIeMeHTapHocT» (Martinez et.al., 2004).
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Hyxkneas3nas aktuBHoCcTh BHYTpH KoMIuiekca RISC onocpenoBana PHKaza-
II-mogo6ueIM piwi nomeHom AGO 6enka (Martinez et.al., 2004). «O0pa3zyrorcs
JIBa IPOJYKTa pa3pbiBa. Y HUX OTCYTCTBYIOT 3allIUTHBIE CTPYKTYPHI (B OJHOM — 3'-
KOHIIeBOW pOlYA-XBOCT, B IpyroM — 5'-KOHIIEBOW KAI), TIOATOMY 3TH HPOTYKTHI
OBICTPO PACIIEIUISIOTCSA KJIETOYHBIMU HYKJI€a3aMH A0 OTHEIbHBIX HYKJICOTHJIOB.
RISC ocBoOO)kaeTcss 1 MOKET y4acTBOBATh B IMOBTOPEHUM Ipolecca. Tak Kak
peakumss RISC — karamuTudeckas M IMOBTOPSETCA HECKOJBKO pa3, 3TO
o0OecrieynBaeT O4YEeHb OS(PPEKTUBHOE U JOJTOBPEMEHHOEC HWHIHOMPOBAHUE
9KCIPECCHH onpeieaéHHoro oenka» (Zamore, 2001).

«DyHkunonnpoBanue komiuiekca PHK-uHAynnpoBaHHOTO caiisieHCHMHIa
T€HOB HE OrPaHWYMBAETCS €ro ydyacThem B pacuiermieHnn BupycHon PHK,
3p¢ekTopHbIil  KoMmIUIeKC ~ ydactByeT B MexaHusme PHK-3aBucumoro
metwimpoBannss JIHK y pacrenmii, penpeccuu TpaHCIIO30HOB, pETYJSLIUA
HEKOTOPBIX 3yXPOMAaTUHOBBIX T€HOB U UHTMOUPOBAHUU IKCIIPECCUU TPAHCTEHHBIX

KOHCTPYKIIMI BBOAMMEIX B reHoM pacteHus» (Matzke et.al., 2001; Voinnet et. al.,
2000; Chan et. al., 2004; Aufsatz et. al., 2004).
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5. Bupycubie cynpeccopsl PHK-untepdepenunu
5.1. Unentuduxanusa BupycHbix cynpeccopoB PHK-untepdepennuu

«Haubonee r¢pdexTuBHOI cTpaTerueid, BbIpabOTaHHON (PUTONATOTCHHBIMU
BUPYCaMH B XOJI€ SBOJIIOIIMM U MO3BOJISIIONIEH UM mpeogoseBaTs aeiictsue PHK-
uHTepdepeHy, ABIAETCS  OJIOKMPOBAaHHME T'EHETHMYECKOTO  CaillIeHCHHTa
MOCPEICTBOM CHelHanbHbIX OenkoB — cympeccopoB PHK wunTepdepenimm»
(Scholthof et. al., 2005).

«Bupycnbie cynpeccopsl PHK-unTepdepenunu — cneunduueckue Oenku
HKCIIPECCUPYEMBIE BUPYCOM U 00J1a/1a1011I1e TOMUMO UHBIX CBONCTB 3(h(peKTUBHOM
CHOCOOHOCTBIO TMPOTUBOCTOSITH 3allMTHOW CHUCTEME, WJIM BOBCE IOAABIATH
(UTOMMMYHUTET pacTeHHsI-X03simHa B X01¢ nHekum» (Scholthof et. al., 2005).

«MHorue BHpYyCHbIE O€JIKM, W3BECTHbIE B HACTOSIIEE BpeMs Kak
CYNpeccopbl, U3HAYAIBHO ObUIM OIpEAesieHbl KaK (PaKTOpbl MATOr€HHOCTU WIIU
BUPYJICHTHOCTH, TaK KaK UX 3KCIPECCUSI BO MHOIOM OIpenessieT o0pa3oBaHKE U
XapakTep CHMIITOMOB BUPYCHOTO 3abosieBanus» (Brigneti et. al., 1998).

Kak cnencrBue B nuTeparype MNPEACTaBICH WIMPOKUM CHEKTP METOJOB,
UCIOJIb3YEMBIX KakK Ul IEpBOHAYAIbHON HIEHTU(UKALNN Oellka KaK cylpeccopa
MOCTTPAHCKPUIIIIMOHHOTO CAJIECHCUHTa T€HOB, TaK U JalbHEHIIEr0 yCTaHOBICHUS
MEXaHU3Ma CYMPECCOPHOW AaKTHMBHOCTH TMOATBEPKAAIOIINX TEPBOHAYATBHBIN
BBIBO/I.

Haubonee wacto uisi yCTaHOBJIEHHUS CYNPECCOPHOM  AKTUBHOCTH
UCCIIEyeMOro Oejka HCIHOJB3YIOTCS METObl, MPEAINoaralonie y4JacThe
TPAHCTEHHBIX PACTEHUN HKCIPECCUPYIOIIMX TE€ WJIM HWHbIE TE€HETUYECKHE
KOHCTpyKuuu. «Hampumep, Tpu HCMIONB30BaHWE TPAHCTCHHBIX pPAaCTEHUM,
HKCIIPECCUPYIOMIUX S5'-KOHIIEBOM CErMEHT T€HOMa BUpyCa TI'paBUPOBKM Tabaka
(Tobacco etch virus, TEV), conepxammii mnocinenoBarenbHocts HC-Pro
MPOUCXOIUIIO YCUJIEHWE CHUMITOMOB 3a00JI€BaHUS TMPU 3apaK€HUU JPYTUMU
BHpPYCaMH, 4TO SIBJSUIOCH MEPBBIM JJOKa3aTeabcTBOM TOro, uTo HC-Pro yuactByer

B cynpeccun PHK unrepdepennmmy» (Vance et. al., 1995).
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«Dxcnpeccust AaHHOTO Oenka Ha mojenu A. thaliana npusena k nedexram B
nporeccax pocta U JAUPPEPEHIIMPOBKU PACTCHHM, YTO BEPOSTHO CBS3aHO C
WHTMOUPOBAHUEM mukpoPHK-acconmnpoBannoro TUpOJIN3a MPHK
TPaHCKpUITIUOHHBIX (hakTopoBy (Lakatos et. al., 2006).

«DJKCTepeMeHThl ¢ TpaHCreHHbIMH pacteHusimu  N. benthamiana,
AKCIIPECCUPYIOIIMMHU 3€JIEHBIN (hTyopeciieHTHBIN O6emok (green fluorescent protein,
GFP) mo3BoMiIN yCTaHOBUTH CYNPECCOPHYIO aKTUBHOCTH Oenmka P19 Bupycos
cemetictea Tombusviridae. Jlanubsie pacTeHus, WHOUIMPOBATU KapTO(DEITbHBIM
BupycoM X (Potato virus X, PVX), BbeIOpaHHBIM B KadecTBE BEKTOpa JJIs
skcnpeccuu P19» (Voinnet et. al., 1999). CxoanbsiM 06pa3om, mpu UHOKYJISIIHH
BUPYCOM TPAHCT€HHBIX PACTEHHI SKCIPECCUPYIOIINX 3€TEHBIN (PIIyOpHCIICHTHBIN
0eJok, ycTaHoBJIeHa criocoOHocTh 16 k/la Genka BUpyca MOrpeMKOBOCTH Tabaka
(Tobacco rattle virus, TRV), wiena cemetictBa ToOpaBupycOB, CyIpeccCUpOBaTh
PHK unTepdepenunro (Voinnet et. al., 1999).

DKCIepUMEHTBl C arpouH(UiIbTpalrell BUPYCHOM MOCIEN0BAaTEIbHOCTH,
kogupyromed Oenok PO, mpuHaaiexamuii BUpyCy 3amaJHON KEATYXU CBEKJIbI
(Beet western yellows virus, BWYV) B nucTbs TpaHcreHHBIX pacTteHuit N.
benthamiana npoaymupyromux GFP mo3Boawim yCTaHOBUTH CYIPECCOPHYIO
akTUBHOCTB naHHoro Oenka (Pfeffer et. al., 2002).

Tak >xe pacnpocTpaHeH METOJ, B KOTOPOM AaHaJU3UPYETCS SKCIpeccus
UCCIIe1yeEMOTO Oenka u KaKoro-inoo U3BECTHOIO MYTaHTHOTO,
He(DYHKIIMOHATILHOTO OenKa-cymnpeccopa. Tak, yuactue Oenka 000J0YKH BUpYca
mopinuauctoctu perst (Turnip crinkle virus, TCV(CP/p38)) B cynpeccun PHK-
uHTep(EepeHIINM  yCTaHOBICHO B OKCIEPEMEHTaX C arpodakTepuaIbHOU
unpuneTpanueit koucTpykuii TCV CP u pedexrtnoro P19 - myranTa Bupyca

KyCTUCTOH KapiukoBocTu ToMatoB (Qu et. al., 2002).
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Yuactue Oenka yb Bupyca mosocatoii mo3auku stumeHs (Barley stripe
mosaic virus, BSMV) B cynpeccun PHK unTepdepeHiym OblI0 TakKe OTMEUECHO
B 9KCIIEPUMEHTAaX C UCTOJIb30BaHUEM MYTaHTHOTO BUPYCa MMOIPEMKOBOCTH Tabaka,
HE SJKCIpeccHpylolero cBod Oenok cympeccop plé. OrcyrcrBue Oenka plé
KOMITEHCHPOBAJIOCh CyNPECCOPHON aKTUBHOCTHIO, BO3HUKAIOIIEH MTPU 3KCIIPECCHH
vb BSMV (Yelina et. al., 2002).

BHeceHne MyTanuii MoO3BOJSET YCTAHOBUTh U CTPYKTYPHBIE SJIEMEHTHI
HeoOXxoauMble NIl ocyecTsieHuss pyHkuuu cynpeccun PHK unTepdepenimm,
KaK 3TO OBUIO MPOJAEMOHCTPUPOBAHO B SKCIEPUMEHTAX C BHECEHUEM MyTalluil B
nocienoBatenbHocTh HC-Pro. «Kak okazanock, nentpansubiii peruon HC-Pro
HEOOXOIUM JUIsl CyNPECCOPHOM AesATeNbHOCTH Oenka, B TO BpeMs Kak ero N-

KOHIIEBAas YacTh He SABJISICTCSA 00s13aTeIbHOM st nanHoW GyHkimm» (Kasschau et.

al., 1998).

5.2. Mexanusm jaeiictBus BUPpYCHbIX cynpeccopoB PHK-unTepdepenunn

«Onucanust OMOXMMUYECKUX MEXaHU3MOB Pa0OThI BUPYCHBIX CYNIPECCOPOB
NOSIBWINCH B JIUTEpaType OTHOCUTEIBbHO HEJABHO M HAaKOIUICHHE HH(opManuu
emie nponospkaercd. Ilocnennue MosieKysipHble, OMOXUMUYECKUE U CTPYKTYPHbBIE
WCCIICOBAHNSI PA3JUYHBIX BHUPYCHBIX CYNPECCOPOB IO3BOJMIM JIETAIBHO
paccmoTperh MexaHusMbl cynpeccun PHK unTepdepennnu y psma BupycoB»
(Omapos, bepcumbaii, 2010).

«OOUMM  CBOMCTBOM BCEX BHPYCHBIX CYIPECCOPOB SIBISIETCA MX
CIIOCOOHOCTh K TPOTHBOJEHCTBUIO 3anuTHOU cucteme PHK untepdepeninm nHa
€€ pa3NMYHbIX dTanax. JlaHHOe MpPOTHBOJIEWCTBUE SIBIISIETCS SIPKUM MPUMEPOM
CIIO)KHOM M MHTEHCHUBHON «3BOJIIOLMOHHON OOpbOBI» MEXAy BHUpycaMH U

pactenusmu» (Omapos, bepcumo6aii, 2010; Scholthof, 2005).
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Potyvirus HC-Pro. «buoxumuueckue uccinegaoBanus HC-Pro mokasaim,
4YTO €ro CHOCOOHOCTh (OpMUPOBATH AUMEPHl U MYJbTUMEPHI  SBISIETCS
KpUTHUECKOH /it pyHKIMH B kKauecTBe cynpeccopa PHK untepdepentuu (Plisson
et. al., 2003). Kpome Toro, cynpeccopnast gpynkiuss HC-Pro MmoxeT ObITh Takke
CBsI3aHa C MOHIKEHUEM CTaOUIbHOCTH Manbix uHTephupupyromux PHK, tak kak
TpaHCTEHHAsl JKCHpeccusi Oelka MPUBOIUT K CYIIECTBEHHO YMEHBIIEHHOH 5'-
KOHIIEBOM MoauduKanuu BUPYCHbIX 21 HT Manbix uHTepdupupyromux PHK.
(Omapos, bepcumbaii, 2010; Ebhardt et. al., 2005). Bomee Ttoro, ObuLIO
obHapyxeHo, uro HC-Pro mpensitcTByeT (yHKIMOHAIBHOMY METHJIMPOBAHUIO
Kopotkux unTeppupupytomux u mukpoPHK (Omapos, bepcumo6ait, 2010; Yu et.
al., 2005), 1 cBsA3BIBAaHMIO JABYLENOYEYHBIX KOPOTKUX HHTepupupyromux PHK
(Lakatos et. al., 2006). HenaBuue ucciaeqoBaHus BbISBIIIH (DYHKITMOHATIBLHYIO POJIb
yuactka FRNK B crpykrype HC-Pro Oenka s CBSI3bIBaHUS KOPOTKHUX
unteppupupyromnx PHK u nokazanu, yto naHHas (QpyHKIMS B3aHMMOCBSI3aHA C
CEJICKTUBHBIM CBsi3biBaHUEM MUKpOPHK u crTeneHpio amMmiuTyapl CHUMIITOMOB
BUpYcHOTO 3a0oseBanus» (Omapos, bepcumoaii, 2010; Shiboleth et. al., 2007).

Tombusvirus P19. «®yukuus P19 B kauecTBe BHPYCHOIO CyIpeccopa
COCTOMT B TOM, 4YTO B xoAe uHbpekiuu Oenok P19 cBs3piBaeT 0OUIIBHO
HUPKYJIHUPYIOLIUE BUPYCHblE KOpoTkue uHTeppupupyromme PHK, nemas wnx
HEJIOCTYNHBIMU  JJIsi  mporpammupoBanus RISC, akTHBHOCTH  KOTOPOTO
HampaBiieHa Ha pa3pyuieHue BupycHoi PHK. B pesynbrare 3TO0ro mpoucxoauT
akkyMmyJsauus BupycHeix Mosekynl PHK B unHduuupoBanHoM opraHusme.
JlokazatenbCTBOM B MOACPKKY TAHHOW MOJIETTH CITY>KUT TOT (haKT, 9TO HH(PEKITHS
N. benthamiana ¢ aedextapiMu o P19 myrantamu TBSV accoummpoBana c
npucyTcTBueM B pacteHusix RISC kommiekca, KOTOpPbI COAEPKUT BUPYCHBIC
kopotkue unreppupupyromue PHK u umeer cneunduunyo pruOOHyKI€a3HYIO
aktuBHOCTBY (OmapoB, bepcumo6aii, 2010; Pantaleo et. al., 2007).

«Taxxe ObLIO MOKazaHO, uTo P19 mpensarcTByeT mporieccy 3aIlIMTHOTO

meTtumpoBanus MUKpoPHK» (Omapos, bepcumo6aii, Yu et. al., 2005).
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«TakuMm oOpa3oM, ecTb OCHOBaHME MPEJIONaraTh, 4To cnocooHocts P19
CBsI3bIBaTh KOpoTkue umHTepupupyromue PHK moxer mpensitctBoBath padbore
depmenta  HENI,  oTBeTrcTBEeHHOro 3a  METWJIMPOBAHHE  KOPOTKHX
unteppupupyromux PHK (310 66110 OKa3aHo /st HEKOTOPBIX IPYTUX BUPYCHBIX
cyrpeccopoB)» (Omapos, bepcumoaii, 2010).

Cucumovirus 2b. «Ilocienaue nccieqoBaHus MOKA3aH, YTO IKCIIPECCHUS
2b CyIlIecTBEHHO YyMEHbIaeT HakorieHue 21, 22 u 24 HT THUIOB KOPOTKHUX
unteppupupyrommx PHK, reHepauus KoTopbIX Katamuzupyercs (pepMeHTaMu
DCL4, DCL2, u DCL3 cooterctBenHo (Diaz-Pendon et. al., 2007). bonee toro,
OTCYTCTBHE HWH(EKTUBHOCTU Yy 2b-me(eKTHOro BHpyca KOMIIEHCUPYETCS B
pacTeHusix ¢ ABoMHbIMUA MyTauusamu dcl2 u dcl4, nepextHbimu B cunrtese 21 u 22
HT KopoTkux wuHTephupupyromux PHK» (Omapos, Bepcumoaii, 2010; Diaz-
Pendon et. al., 2007).

«Cymnpeccust PHK untepdepenunn 6enkom 2b Takke acCOLIMMPOBaHA CO
CBsI3BIBaHUEM MOJIEKYJ KopoTkux natephupupyromux PHK. [Tokazano, uto 6emok
2b myTanTHOro Bapuanta CMV (umeroniero 3aMmeHy OAHOW aMUHOKUCIIOTHI B 2b U
ciaboe UHPUITMPOBAHKUE PACTEHUI) ObLIT B 3HAUUTEIILHON CTETICEHH JNeEeKTeH U B
CIIOCOOHOCTH CBSI3bIBaHUS KOPOTKUX wuHTepdupupyromux PHK» (Omapos,
bepcumoaii, 2010; Goto et. al., 2007). «3To MOXKET CBHIETEIHCTBOBATH O TOM, UTO
CIIOCOOHOCTh ~ BHPYCHOTO  CyIpeccopa "'KpPEmKO  CBS3bIBaTh ~ KOPOTKHE
unteppupupyromme PHK sBrisercs BaxkHbIM (PakTOpoM MaTOT€HHOCTH BHPYCa»
(Omapos, bepcumobaii).

«HenaBHue uccienoBaHusl MOKa3ajid, YTO B OTIMYME OT OOJIBIIMHCTBA
M3BECTHBIX BUPYCHBIX CYIIPECCOPOB, 2b HEMOCPEACTBEHHO B3aMMOJEHCTBYET in
vitro u in vivo ¢ AGOI1, kotopsiii siBisieTcs: KatanutudeckuMm 1ieHTpoMm RISC
komiutekcay (Omapos, bepcumo6aii, 2010; Zhang et. al., 2002).

«bonee Toro, oOHapyx)eHo, 4To B3aumoieiicteue Mexy 2b u AGO1 Bener
K crnenupuiyeckoMy HHruOupoBaHuio ¢epmentatuBHoro ruaponnza PHK-

HYyKJIea3HbIM KomIutekcom» (Omapos, bepcumoaii, 2010).
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«CnocobHOCTh 2b HemocpeacTBeHHO B3aumojericTBoBath ¢ RISC mis
CHIWKEHHSI €ro AakKTUBHOCTH SIBJSIETCS HATJSIHBIM MPUMEPOM  CJOKHOCTH
COBMECTHOH IBOJTIOIIUH U aJaNTalliK pacTeHuid 1 BupycoB» (Omapos, bepcumbai,
2010).

Polerovirus PO. «3Okcmpeccust PO Bei3biBaer aerpagammio AGO1 Genka B
pactenuu (Bortolamiol et. al., 2007). IlapannenbHple OHMOXUMHUYECKHE
uccienoBanus no mexanuamy PO cynpeccun PHK unTepdepenimu nokasanm, 4To
F-box 6enok B3aumopeiicteyet ¢ PAZ nomenom B AGO1. F-box 6enku siBAsSIOTCS
KOMIIOHEHTaMU KOMIUIEKCOB E3 yOMKBUTHH JUTa3bl, KOTOPbIE MApKUPYIOT OEJIOK
JUIsi mpoTeacoMHou gAerpananuu (Baumberger et. al., 2007) u, BO3MOXHO,
yHnoMsiHyTOe€ Bbllle B3aumojercteue ¢ SKP1 sBasercs QyHKIMOHATBHO BaXKHBIM.
[IpumedaTesbHO, 4TO JAHHOE B3aUMOJCHCTBUE 3aBEPIIACTCS IMPOTEOJIUTHYECKON
nerpampamedn AGO1L. OgHako ocTaercs HEACHBIM, YTO KOHKPETHO IPUBOIAUT K
nerpaganun AGO1, Tak Kak JaHHBIN MPOIECC HE YyBCTBUTENEH K CIEHU(PUUHOMY
UHTHOWTOpPY MPOTEOCOMHOM akTtuBHOCTH» (OmapoB, bepcumbaii, 2010;
Baumberger et. al., 2007).

«Takum o6pazom, cnoco6Hocts PO BbBBIBaTE AGO1 nerpananuio,
ABJIETCS. JOIMOJHUTENIbHBIM MPUMEPOM BCEU CIIOKHOCTU IpoIlecca BUPYCHOU
amanTanmi K 3amtHOMYy Mexanm3my PHK  waTepdepentmmn» (Omapos,
bepcumbait, 2010).

Tobamovirus peruinkasa. «bruoxumudeckre SKCIIEPUMEHTBI 110 U3YYCHUIO
B3aumozencteuss TMV penmukasel ¢ mosiekysiamu PHK yka3siBaroT, 4To JaHHBIN
0eNoK UMEeT CIIOCOOHOCTh CBS3BIBATH MOJIEKYJIbI KOPOTKUX MHTEPHUPHUPYIOLIIX
PHK. (Omapos, bepcumb6aii, 2010; Kurihara et.al., 2006). ITomoono TMV, npyroii
perumkasapii 6emok 122 kJla mramma Bupyca (cr-TMV), undumupyroiero
pacTeHHs] CeMEMCTBa KPECTOIBETHBIC, TAK)Ke CITOCOOEH CBs3aTh 21 HT KOPOTKHE
unteppupupytomme PHK wu cnapennsie MukpoPHK, Ttakum oOpazom
npenotBparnias ux BcrpaunBanue B RISC (Csorba et. al., 2007). Bonee Toro 6s110

MOKa3aHo, YTO CIIOCOOHOCTH OelKa CBSA3bIBATh KOPOTKHE HHTEpPupHpytomue PHK
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HE MPEISITCTBYET aKTUBHOCTH yke npenporpammupoBanHoro RISC, yka3biBas Ha
HEOOpaTUMOCTh MEXaHU3Ma [POTrPaMMHUPOBAHUSI HYKJIEA3HOTO KOMILJIEKCA.
(Omapos, bepcumbaii, 2010; Csorba et. al., 2007).

[locnenHue wuccnenoBaHus YKa3blBAIOT Ha To, 4To HHOpeknus TMV
NPEMATCTBYET METUIIUPOBaHUIO KOpoTKkux uHTepupupyronmx PHK, depmentom
HEN1 metunrpancdepasoii. (Omapos, bepcumbaii, 2010; Vogler et. al., 2007).

K Ttomy >xe, nanubIil 3pdekT u hopMupoBaHHE CUMITOMOB 3a00JICBAHUS
OBLTM HEMOCPEICTBEHHO CBSI3aHBI C AKCIpeccuen perukazHoro Oenka 126 x/la
(Vogler et. al., 2007). OnHako ocTaeTcs HESICHBIM, BIMSET JIM JJaHHBIA CyIIpeccop
HEIocpeacTBeHHO Ha akTtuBHOCT, HENI, mnm xe oH ydacTByer B mpouecce
JEMEIUTWINPOBAHUA YK€  NPEMETHIMPOBAHHBIX  MOJEKYd  KOPOTKHX
unteppupupyrommx PHK. HWHrepecHbiM u B omnpeneneHHOW  mepe
POTUBOPEUYMBBIM SIBIISIETCA (PAKT, UTO IKCIPECCUs peruinkasHoro oenka 122 k/la
cr-TMV conpsbkeHa € yBEIMYEHHOM AKKYMYJAIIMENM MOJIEKYJ KOPOTKHX
unteppupupyrommx PHK, mecMoTpss Ha ero HeratuBHoe Biusinue Ha HENI1
MeTUATpaHcepasy, aKTUBHOCTb KOTOPOM HeoOXoauma g MOJAepKaHUs
crabmibHOoCcTH MOJiekya atux PHK» (Omapos, bepcumo6aii, 2010; Csorba et. al.,
2007).

Closterovirus ~ P21.  «CTpyKkTypHBIE  HWCCJICJOBAaHUS  BBISIBHIIU
B3aMMOJICHCTBHE ab(a-CrupalbHBIX MOHOMEpPOB Oenka P21, B koTtopeix N- u C-
KOHLIEBbIE Yy4YaCTKM O€lKa CONPHUKACAIOTCS C COCEOHUMH MOHOMEpaMu
IOCPEACTBOM cHMMMeTpuueckux head-to-head, tail-to-tail B3ammoneicTBuii.
(Omapos, bepcumb6aii, 2010; Ye et. al., 2003). Benok hopMupyeT OKTaMepuIecKHe
KOJIbIIA C LIEHTPaJIbHOW BNaguHON AuaMeTpoMm ~90 A° U MO3UTHUBHO-3aPSKEHHOMN
BHYTPEHHEN IMOBEPXHOCTBIO KOJbLA, KOTOpas, BEpPOSTHO, HIPAaET poJib B
CBSI3BIBAHUU MOJICKYJ KopoTkux uHTepdupupyromux PHK (Omapos, bepcumbaii,
2010). Bonee Toro ObUTIO MOKa3aHO, YTO B MPOTHUBOIOJIOKHOCTH CEIICKTUBHOMY
B3anmozeiicTeuio Tombusvirus P19 ¢ monekynaMu KOpOTKUX HHTEPPUPUPYIOLTUX

PHK mmunoit 21 T, BYV P21 o00Opa3syer CBS3bIBAIOIIYI0 IMOBEPXHOCTD,
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OTBEYAIONIYIO 32 JJIEKTPOCTATHUYECKOE B3aMMOJCHCTBUE C€  KOPOTKHUMU
unrteppupupyrommmu PHK 21 Hr, a Takxke Oosiee IJIMHHBIMH OJIHO- H
neynernodeunbivu PHK in vitro. (Owmapos, bepcumb6aii, 2010). BeposTHo,
cnocobHocTh P21 cBs3biBath JuuHHBIE JByuLenodeunele PHK  BoBiekaer
JIOTIOJIHUTENIbHYIO CYNPECCUBHYIO JEATEIBHOCTh O€JIKa, BO3MOXHO Ha YpPOBHE
CHHTE3a MOJIEKYJ KopoTkux uHTepupupyromux PHK» (Omapos, 2010).

«Pestomupys, P21 mnpeacraBaser coboit BupycHslii cymnpeccop PHK
uHTep(EepeHIINU, KOTOpPhIH TOAOOHO paHee OOCYXIAaEMbIM IpUMEpaM,
npensTcTByeT mnporpammupoBanuio RISC, HeoOxomumoro uisi HyKJI€a3zHOM
nerpanaru BupycHoit PHK» (Omapos, bepcumo6aii, 2010; Ye et. al., 2003).

Benok od6omouxu Turnip crinkle virus (TVC). «MccnenoBanus mokasaim,
yT1o, B oTiimure ot P19 u HC-Pro, TCV CP cBs3biBaet aByuenodeunsie PHK BHe
3aBUCUMOCTH OT pa3Mepa MOJEKYJ, T.e. O€JOK TakKe CBSA3BIBACT JIMHHbBIC
neynernodeunbie PHK. (Omapos, bepcumo6aii, 2010; Merai et. al., 2006). Orto
o3Hauaer, uto B3aumoieiictsue CP: neyuenoueunsie PHK moxeT npenstcTBoBaTh
JOCTYIMHOCTH cyOcTpata s Dicer-momoOHON Hykiieasbl, YTO MPUBOIUT K
YMEHBIICHUIO aKKyMYJISIIMH KOpoTkux wuHTepdupupyommx PHK». (Omapos,
bepcumb6aii, 2010).

«J1eHicTBUTENIbHO, OCIIEIHUE UCCIIEI0BAHNS YCTAHOBHIIN PEIIAIOLIYIO POJIb
p38 B unrnbupoBanuu DCL4, koTOphIi OTBEUaeT 3a MPOAYKIHIO 21 HT BUPYCHBIX
kopotkux unteppupupyromux PHK (Deleris et. al., 2006). UuTepecHo, uto p38 He
npenstcTByeT aktuBHOCTH DCL2 (hepmenTa, KoTOphIii HEOOXO0IUM JIJIst CHHTE3a 22
HT KopoTkux uaTepupupyrommx PHK. bonee Toro, pe3yiabTaTsl 1aHHO# pabOTHI
MOKa3aIv, YTO JEATEIBbHOCTh cymnpeccopa p38 HE 3aBUCUT OT BHUPHOH-
bopmupyromei Gpyukuuu oenka» (Omapos, bepcumb6ait, 2010).

Heboabmme nmcrenH-o0orameHHbie OeakHu. «llucremH-oOoramieHHEBIC
OeJKu, KOJUpyeMbIe BUpYCaMH, KOTOpbIE MPUHAIekKAT cemeiictBam Hordeivirus,
Tobravirus, Pecluvirus, Furovirus u Carlavirus, He nposBIsSIOT CyIIECTBEHHOTO

pPOoACTBA, OJHAKO OHHU O6JI3I[&IOT CTPYKTYPHBIM CXOACTBOM M HUI'PAOT BAXHYIO
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poJib B BUPYCHBIX HMHQPEKIMSIX, U (PYHKIHOHUPYIOT B KAueCTBE MMAaTOICHHBIX
BUpycHbIX (hakropoB» (Omapos, bepcumbaii, 2010; Dunoyer et. al., 2010).

Tobravirus 16K. «B mporecce nHpEKIH 3TOT OEIOK UTPaeT KIFOUYEBYIO
poib ana addexkTuBHON akkymyisauuu TRV. bonee Toro, myTtainuoHHas
uHakTuBanus reHa 16K kommeHcupoBamack coakcnpeccueit CMV 2b, uto
yKa3bIBAJIO HAa (PYHKITMOHAIBHOE CXOJICTBO O€IKOB B MexaHu3Me cynpeccun PHK
unrepdepeniyu. (Omapos, bepcumb6aii, 2010). OOHapysxeHo, uTo O6enok 16K B
COCTOSIHUM 4acTuyHOo cymnpeccupoBaTh PHK wuHTepdepeHmmioo B KieTkax
apo3oduisr”. (Omapos, bepcumb6ait, 2010; Ghazala et. al., 2008). [Tocneayrorme
TpaHCc(OpPMaIMOHHBIE 3KCIIEPUMEHTHI C UCII0NIb30BaHUeM arpodakrepuil Ha GFP-
TpaHcreHHBIX pacteHusx N. benthamiana mokasamu, 4To s akTHBHOCTH 16K
TpeOyeTcs IKCIpeccus IMOJIHOM mociemoBatenbHocTH Oenka. (Ghazala et. al.,
2008). Oxcmpeccuss 16K Bemer K HE3HAUUTEIBHOMY YMEHBIICHHIO YPOBHS
akkymyisiuun  GFP kopotrkux wunHTepdepupyronmx PHK, mnoguepkuBas
BO3MOXKHYIO POJib OeJika B cynpeccun HavanbHbIX dTanoB PHK unrepdepeniiuu B
uHUIMpoBaHHBIX pacTeHusx» (Omapos, bepcumoaii, 2010; Ghazala et. al., 2008).

«ITocnennue manubie cBUIETENbCTBYIOT, YTOo TRV-16K O6moxkupyer PHK
UHTEpPEPEHIINI0 10 MOMEeHTa oOpa3oBaHusi aByuenoudeuHbix PHK, tak kak
CYNpPECCUOHHAsl aKTUBHOCTh O€JIka HUBEJIMPOBAJIACh C YBEIMUYEHHEM KOJINYECTBA
nsynenodeunsix PHK» (Omapos, Bepcumo6ait, 2010; Martinez-Priego et. al.,
2008).

Hordeivirus yb. «buoxumuueckue ananusbl mnokazanu, yto BSMV vb
B3auMoAeUCTBYET ¢ oaHouenodeunbiMu PHK mocpenctBom tpex Zn-cBs3yromux
y4aCTKOB, HaXOAIIKMXCs Ha N-TepMuHaIbHOU yacTu O0enka. (Omapos, 2010; Bragg
et. al., 2004). PHK cBs3yomas crnoco6HOCTh Yb Oenka CyLIECTBEHHO
cTUMyJIupyeTcs B mpucyTcTBuu Zn noHoB (Rakitina et. al., 2006). OTu pe3ynbraTsl
JAI0T OCHOBaHUE TpeJroiaraTh, YTO B3auMozeiicTBue BupycHoro 6enka ¢ PHK
sBIIsieTCs KitoueBor ¢ynkmuel yb B cynpeccun PHK unTepdepenmmy (Omapos,

bepcumoaii, 2010).
94



5.3. KommieMeHTallMOHHbIE B3aUMO/IEICTBUS MEXKIY PA3THIHBIMU
BUpPYCHbIMHU cynipeccopamu PHK-untepdepennun

CuHeprucTu4eckue BUPYCHBbIE 3a00JeBaHUS PACTEHUN XapaKTepU3YIOTCS
B3aMMOJICUCTBUEM JIBYX WJIH 0OJiee HE3aBUCHUMBIX BUPYCOB B OJHOM XO3SIMHE U
SPKO BBIPAKCHHBIMU TIPU3HAKAMH M YBEIWYCHUEM HAKOIUICHUS OJIHOTO U3
BUPYCOB B COBMeCTHOM nHdekuuu. «[Ipu aToM cynpeccopHas akTHBHOCTb OJTHOTO
U3 BHPYCOB CIIOCOOHA OKAa3bIBaTh KOIUIEMEHTHPYIOIEE BO3JCHCTBUE HA WHBIC
BUPYCHl BXOJ/SIINE B BUPYCHBIH KOMILIEKC TEM CaMbIM ITO3BOJISIA 3apa’kaTh
pacTeHHsi BCEM KOHIJIOMEpAaToOM BHpYycoB. boiee Toro cmocoOHOCTh Oenka
00JaaTh CYyIPECCOPHON aKTUBHOCTHIO MOKET UBMEHHUTHCS, JIAKE CPEU U30JIATOB
TEX ke caMbIX BUI0B BupycoB» (Rochow, Ross, 1955).

B kaudectBe npuMepa MOKHO MPUBECTH TaKHE BUPYCHI KaK BUPYC CIIa0OTO
MOKeNTeHUs XWIOK cBeKkIbl (BMY'V), Bupyc xentuctoctu pensl (turnip yellows
virus, TuYV) u Bupyc xmopo3a cBekisl (beet chlorosis viruses BChV)
npuHaIekKamx poay Polerovirus.

Bce mamepoBupychl, Kak W JApyrue WieHbl cemeiictBa Luteoviridae,
JIOKAJIM30BaHbl BO (PJiodME U TMEPEIat0TCsl HECKOJIBKUMU PA3HOBUIHOCTSIMU TJIEH
(Stevens et. al., 2005). T'enom mpexacraBieHn oxaHouenoueuyno PHK
MOJIOKUTETHHON  TOJSIPHOCTH, COCTOSIIIEH W3 IIECTH OTKPBITBIX PaMOK
cuntbiBanus (OPC). OPC 1 u OPC 2 tpeOytorcs mist permukanuu supyca. OPC 3
KojaupyeT Oenok ob6osouku (Stevens et. al., 2005). Ilpoaxykrom OPC 4, kax
npenanoinaratoT (Brault et. al., 1995), apnsercst TpancnopTHbIi 6ok, N-KOHIIEBast
o0nacTh PS5 comepkuT aeMeHThI UCIIONIb3yeMbIe JJIsl TIEPEHOCS BUpYyCa TISIMU U
BUPYCHOT'O HAKOIUJICHUS B paCTEeHUSX. XO0Ts 00sacTh Oenka-cynpeccopa PO Bupyca
KEJITUCTOCTHU PENbl CX0Xka ¢ MOJOOHOM MOCIeI0BaTEIbHOCTBIO Y BUpYyCa XJI0po3a
CBEKJIBI M BUpyca yMepeHHOU kenToBaTocTH cBekibl (beet mild yellowing virus,
BMYYV), ciocobHocts noaarnsate PHK caitieHCUHT Obljla HEOAHOPOIHOM, JTake

CpeAM TECHO CBSI3aHHBIX YJIEHOB TOT'O e caMoro BupycHoro pona (Beuve et. al.,

2008).
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Tak, cpenu mectu BMYV uzonsaros, asa uzonsita (BMYV-N32, u -26) He
MOKa3aJld CyIpeccCOopHyro akTuBHOCTh. [locnemoBarensHocT PO 3THX ABYyX
U30JIITOB, SABISIOTCS cambiMu Onmuskumu Kk BChV B mpepenax rpynnst BMYV
(Kozlowska-Makulska et. al., 2009).

PO mectu uzonstoB BChV, He 0OHapyKuBajn CyNpecCOPHYI0 aKTHBHOCTb
PHK caitnencunra, xots, PO ouensp cxoxero namepoupyca BMYV sBisiercs
cynpeccopoM pHK-uHTepPepenimu (Kozlowska-Makulska et. al., 2009). B ciiyuae
BHUpyCa XJIOpO3a CBEKJIbl CYIPECCOPHOM AaKTUBHOCTBIO MOTr 00JajaTb HHOU
BUPYCHOI O€JIOK MM K€ MMEJIO MeCTo B3aumojeicTBue mMexay PO m apyrum
BUpYCHBIM (hakTopoM. Hampumep, B pe3yspTaTe CUHEPTUCTHUECKON MH(EKIUH.
[TonoOHOE MOKa3aHO TakKe Il HEKOTOPBIX WICHOB MOTEeKCBUPYCcOB (Voinnet et.
al., 1999) u HeckonbKUX IITAaMMOB BHpyca OrypeyHou Mo3auku (Zhang et. al.,
2002).

Bo MHOXeCTBO TakuxX CHHEPTHCTUYECKUX OOJIE€3HEHl BOBIICYCHBI UIICHBI
HNOTUBUPYCHOM TPYIIIbI PACTUTEIBHBIX BUPYCOB.

B 00ycnoBieHHOM NOTHBHPYCAMU CHHEPTU3ME BUPYC B CMEIIAHHOM TpyTIIe
MOKET OTHOCHUTCSI K JIFOOOMY BHJY UIMPOKOTO JMana3oHa BUPYCOB, BKIIOYas
IapapeTPOBUPYCHI, TAKME KaK BUPYC MO3aWKHU LIBETHOM KarycTbl niau PHK Bupycel
cemetictBa Alphavirus, manpumep, X Bupyc kaprodens [PVX] (Rochow, Ross,
1955) wnu cemeiictBa Picornavirus, Hanpumep BUPYC MO3aWKH BUTHBI (Anjos et.
al., 1992). Heckoibko TakuX CHHEPTHUCTHYECKUX O0Jie3HEH, OO0YCIOBICHHBIX
HAJIMYUEM TOTUBUPYCOB OBUIM HCCIENOBaHbl MOJIPOOHO, M B  KaXIOM,
3HAYUTENIbHOE YBEJIWYEHUE IPU3HAKOB OO0JIE3HM HaONI0NaJoCch Ha PACTEHMSIX
3apaX€HHbIX CHUHEPTUTUYECKON TPYIION HEXEIW Yy pPACTeHUH, 3apa)KCHHbIX
KakuM-JTi00 oTneasHbIM BUoM Bupyca (Rochow, Ross, 1955).

Hampumep, skcnpecuss P1/HC-npo Bupyca rpaBupoBku Tabaka (TEV)
«yBEJIMYMBAET MMaTOI€HHOCTh U HAKOIJIEHWE BUpyca TabauHou mo3auku (TMV) u

BHUpyca orypeuHoil Mo3auku (CMV), 1ByX pa3HOPOAHBIX paCTUTEIbHBIX BUPYCOB,

96



KOTOPBIE BBI3BIBAIOT 3(PPEKT CHHEPrU3Ma B CIIyyae pa3BUTHS BUPYCHOM HH(eKIU
B Komiuiekce ¢ motuupycammy» (Clark et. al., 1980).

BeposiTHO, 00yCIOBIICHHBIN HAIMYHUEM TIOTUBUPYCOB, 3P deKT cuHepruma
MOXET TPOUCXOIUTh H3-3a Hanmuuus TnocienoBatenbHOCcTH P1/HC-Pro. s
IIPOBEPKHU ATOW runoTe3bl ObUIH Hcnoib3oBanbl (Gaill Pruss, et.al., 1997) Bupycsl
tabaurorr (TMV) u orypeunoii (CMV) mo3aunku, miis 3apakeHUs] TPAaHCTCHHOU
muHuu Tabaka U-6B, skcnpeccupyromeit P1/HC-Pro o6Gnacts renoma Bupyca
TpaBUPOBKM TabaKa.

Penpoaykiust 060ux BUPYCOB BBI3bIBajia SIBHbIC MPU3HAKK WHOEKIUU B
TpaHcreHHor UM U-6B, npuBoasieil K cMEpTH PaCTEHUSI-X035IMHA B TEUCHUE
HECKOJBKHX Henenb. Ha KOHTPOJBHBIX PAcCTEHUSX, HAMPOTHB, HAOIIOJAIUCH
OTHOCHUTEJIHHO YMEPEHHBIE TPU3HAKHU OOJIC3HU MIPU 3apakKeHUH 000MMHU BUPYCaAMHU.
HaOmronanoce yBenumyenue HakomieHuss reHoMHbix PHK TMV u CMV, B
pacTeHusx 3kcnpeccupyumx nocienosareabHocts P1/HC-Pro TEV (Gaill Pruss
et. al., 1997).

Orto moarBepauio rumoresy o Tom, uro P1/HC-Pro oGnacte Bupyca
IPaBUPOBKM Tabaka JEHCTBYET B Ka4eCTBE YCUJIMTENS MATOTCHHOCTH IS
HIMPOKOIO TUANa3oHa BUPYCOB.

BepositHOo, B cuHepructudeckux uHdexuusx nocieaopareabHocts P1/HC-
Pro neiicTByss Ha MOCTTPAHCKPUIILIMOHHOE MOJABJIECHUE AKTUBHOCTU BUPYCHBIX
T€HOB B pPACTEHUSAX IMO3BOJSET IIMPOKOMY JHAINAa30Hy BHUPYCOB OOXOIUTH
3alUTHBIE CUCTEMBI UMMYHHOW CUCTEMbI PACTEHHS — XO35IMHA.

JIoru4HO TNPENNOoIOXKUTh, YTO U JIPYTHE CYIPECCOPbl MOTYT BbI3BIBAThH

oA00HbIN (D PEKT.
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IT MATEPUAJIBI U METO/bI
1. Ilosry4yeHHe pacTUTEJBLHOI0 MaTepHUaJia

JlykoBuribl 3apaxxenHoro XBIII manora (Allium cepa var. aggregatum G.
Don, cenekmnuonnbiii o6pazenr N803) BbIpaliMBaid B BET€TallMOHHBIX COCY[IaX,
npu temneparype 21-25°C u otHocuTenpHO# BiaxkHocTH 80%, B TeUEHUE BYX-
TpeX HEeAEeIb.

B kadectBe koHTposibHBIX (He wuHuIUpoBaHnHbIXx XBII) o6pa3suos
UCIoIb30BaIM pacteHus majiora copra "Red Sun" (Crocus Co., UK) u copra
"Kusoxua" (OOO Arpodupma Cellex, Poccus).

B psine sxcniepruMeHTOB, aHAJIOTMYHBIM 00pa30M BBICEBAJIM U BbIPAIIUBAIH
pactenus apadumorcuca (Arabidopsis thaliana).

3aTteM JIMCThs Cpe3ajd U TOMOTEHU3UPOBAIU C MCIOJIb30BAHUEM KUKOTO
azora. O0beM cOOpaHHOM TaKUM 00pa3oM PaCTUTEIBLHOW MAcChl COCTABIISUL, IS

iajgoTa B CpeiHeM 75rp u 6rp aiis apabuoncruca COOTBETCBEHHO.

2. OueHka ypoBHsI HaKoMJIeHHs X BUpYyca 1IAJ10Ta
«HcrounnkoM BHpyca ciyxuian pactenus mamora (Allium cepa var.
aggregatum G. Don, cenekmuonnsii obpaserr Ne 803), pasmHO)KaeMoro
BETE€TaTUBHBIM MyTEM B YCJIOBUSIX MOHOBUPYCHOU MH(pekuun» (Apxunos, 2017).
Yposenb HakomeHus XBII B pacTeHusX OLEHMBAIM IO pe3yjbTaram
ANEKTPO(POPETUUECKOr0 aHaIN3a aMIIMKOHOB, MOJYYEHHBIX METOJOM OOpaTHOM
tpanckpunuuu PHK X Bupyca manora u nonumepasHon uensou peakuuu k- IHK
X BUpyca MajgoTa ¢ UCMHOJb30BAHUEM AHArHocTuueckux npaiimepoB |IAV-F 5'-
CYG-CTA-AGC-TAT-ATG-CTG-AAR-GG-3' u IAV-R 5-TGT-TRC-AAR-
GTA-AGT-TTA-GYA-ATA-TCA-ACA-3' (Majumder et. al., 2007).
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3. Boinesaenue ToranabHoit PHK

«Toransnyto PHK skcTparupoBaiu U3 JUCTHEB IIANIOTa YEpe3 JIBE HEIEIU
nocie BbicaAku JiykoBHI»  (ApxumoB, 2011). «Jlns skcTparupoBaHHs
ucnonb3oBanu 1 mit., pearenta Tpuson (TRIzol Reagent, Life Technologies, CILIA)
C ToceayIoneil HHKyOaluei B TeYeHHe 5 MUHYT NP KOMHATHOW TeMIIepaType»
(Apxunos, 2011). PHK ounmanace OT NpOTEHHOB, JIMIKUIOB U HEPACTBOPUMBIX
OCTaTKOB Jo0aBiieHHWeM K cynepHaTtanty 350 wxi., xjgopodopma U, C
nocieaywomniei nakyoanueit B reuenue 10 MmunyT u nuenrpudyruposanuem 12 000
0o0/MHH. B TeueHue 5 MuUHYT. CMech pa3fensiach Ha HUKHIOK XJIOPO()OpPMHYIO
dazy, mexdazy u BepxHIow BoJiHy10 hazy conepxairyto PHK. K Bepxueii BogHoM
(daze, nepeHeCceHHON B YUCTYI0 MPOOUPKY, 100aBisiu S00 MKII., M30MPONUIOBOTO
cnupTa U cMech neHtpudyrupoBanu 5 munHyT npu 12 000 o6/mun. Ocamox
npoMbiBasiu 75% 3Tanonom. Beienennyto totanbHyto PHK pactBopsimu B 30 Mkn
CBOOOJ/IHOM OT HYKJI€a3 BOJIbI.

4. lMonyyenue BupycHoro npenapara XBII

«Bupycubiii npenapar XBII nonmydanu cieayromuyM 00pa3oM: JHUCThS
manota romoreHusupoBain B 0,1M xkamuii-pocharnom Oydepe, pH 8.2,
conepxkamem S mM DJITA u 0,5 % NayS04, 3aTeM 3KCTPaKT QUILTPOBAIH Yepes3
Miracloth (Calbiochem) u ieatpudyruposanu 30 mus npu 10000g u Temriepatype
4°C. K nonyueHHOMY CyNepHATaHTy NpH MepeMemuBaHuu 1o00aBisiu Triton X
100 o xoneuno# koHneHnTpanuu 1%. Ilocne nakyOanuu B TeueHue 15 yacoB npu
+4°C pactBop uentpudyrupoBamu npu 15000g 15 mun. Bupyc ocaxnanu u3
MOJIyYCHHOTO CyIepHATaHTa YJIbTpalleHpu(pyrupoBaHUEM B TE€UEHUE 3 4YacoB B
potope SW41 na ckopoctu 40000 oboporoB B mMuH npu +12°C uepe3 crnoii
pacTBopa caxapo3sl IIOT-HOCTHIO 1,0 r/cm3, nmpurorosiennoro Ha 0,01 M kanmii-
dbocharnom O6ydepe, pH 7,5 comepxamem 5 mM BATA» (Kamommwmn, 1999).
Bupycconepxammii ocagok pecycneHaupoBaid B 50 MKII., BOJbI, CBOOOIHON OT

HYKJIeas.
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5. Boinesienue pupycnoii PHK XBII

«BupycHbIll ipenapaT CMEUIUBAIU ¢ PaBHBIM 00BEMOM SKCTPArUpPYyIOIIEro
Oydepa (200 MM xapbonata ammonusa, pH 9; 2mMM EDTA; 2% SDS).
JlenpoTerHU3aIuo NpoBOAUIN J00aBIEHUEM K pacTBOpy mporeuHassl K, 10
KOHIIEHTpauu 15 MKr/mMr u wuHKyOupoBamu 15 MUHYT, HpU KOMHATHOU
TeMIeparype. 3aTreM MPOBOJIWIM SKCTPAKIUIO PaBHBIM O0OBEMOM CMECH
dbenon/xnopodopm (1:1). PHK npenunurupoBanu nobaBieHneM 2-5 00BEMOB
ATaHOJA U alerara HaTpus (koHeuHas koHreHTpausa 100 MmM)» (Apxurnos, 2013).
KonnenTtpamuto  BupycHoit reHomHot PHK  wu3mepsim ¢ momonibio
cnexktpodoromerpa NanoPhotometerTM Pearl (Implen); kauecTBo mpemapraTtoB
BupycHbix PHK onenuBanu metonom anekrpodopesa B 0,8% arapo3HbIx remisx
(6ydpep TBE: 0.089M Tris, 0.089M boricacid, 0.002M EDTA, pH 8.0),
HalpsDKEHUE  3JeKTpudeckoro mnois SV/ecm, u B jpanpHedmed pabore

MCMOJI30BAJIM MIPEINAPAThl C MUHUMAJIBHOU CTENEeHbI0 aerpananuu PHK.

6. Cunre3 k/IHK

«Cunre3 kIHK ocymiecTBisiiv cieayromuM o0pa3oM: Ha CTaAUN OTKUTA
WHKYOAIIMOHHYI0 cMech, coaepxkaintyto 0,5-2,0 mkxr TotanpHOM PHK, 2 Mk
omuro(dT)18 (40 MxM) wmm «caydaiiabix» (random hexamers, 40 MxM)
npaitmepoB, 4 Mxs cmecu ANTP (kaxnprit B konnentpanuu 2,5 MM, pH 7,0, Tpuc-
HCI) u cBobGoanyto ot Hykieas H,O (oOmuit 06beM cMmecu 16 MKIT), TporpeBaiv
npu 70°C B TeueHune 5 MuH, IEHTPUPYTUPOBAIH U HEMEIJICHHO TIOMEIIAN Ha JIE]T;
kK cmecu nobGaBmsumm 2 Mkia 10x RT Oydepa, 1 mxn (10 en.) uaruburtopa
pubonykieas (RNasin) m 1 mxn (50 en.) peseprazsl (M-MLV, Moloney)
(«CunTonmy, Poccus). Obpatnyto Tpanckpuniuio (B o0beme 20 MKJI) MPOBOINITU
npu 42°C B Teuenue 1 yaca, u GpepMEHT 3aTEM MHAKTUBUPOBAIN HArPEBAaHUEM MPU

90°C B Teuenue 5 Mun» (Apxunos, 2011).

100



7. AMnandukanusi MHAMBUAYAJbHbIX (pparMenToB k/IHK

AMIndukanuo UHIUBUAYAJIbHBIX (PparMEHTOB BUPYCHOW M TOTaJbHOU
k/IHK ocymectBisanu metonoM mnojuMepasHoil uenHou peaknuu (I11IP) B
cinenyromux yciaoBusix: 1. 94°C 2 mun.; 2. [94°C 30 cek., 60°C 30 cek., 72°C 30
cek., 30 nukinoB]; 3. ¢unanbHas snoHramus 72°C 2 mun. [P npoBoaunu B
tepmobOsoke «Teprux» ¢upmel «IHK-Texnomorus». WHkyOaruonHas cmech
obbemoMm 50 mxkiI., comepxana: 5 Mxi., 10X Taq buffer, 5 mxn (2 mM) kaxaoro
dNTP, 0,5 MM kaxaoro npaiimepa, 0,5 mxr JJHK-matpunsi, 1 mxn (Sen.) Tag-
noimumepassl JIHK. Tak jxe mcnosb3oBanach monmmepaza Encyclo (Evrogen)

oOnamaromas 3’-5’ SK30HYKJI€a3HOW KOPPEKTUPYIOIIEH aKTUBHOCTHIO.

8. AMmiudukanus 5°- u 3’ - koHueBbIX ¢pparmenToB renomuoii PHK
X BHpYyca maJjora

Ammmdukanuo 5° — koHHeBoro ydvactka reHomHod PHK XBIII,
npoBoawin  ucnois3yst FirstChoice RLM-RACE (Ligase-Mediated Rapid
Amplification of cDNA Ends) kut (Ambion). AMmnudukanuio 3’ — KOHIIEBOTO
yuactka reHomHoii PHK XBIII, Bkmouaromero poly-A mocnenoBaTeabHOCTb,
npoBoauiu MetogoMm 3’ — RACE-PCR ¢ momombto Habopa SMARTer RACE ¢
DNA Amplification Kit (Clontech).

Cunre3 nepBoii 1enu kJIHK mpoBogmnn oOpaTHON TpaHCKPHUIITA30U CO
cnaboit PHa3HOI akTMBHOCTBIO BHpyca Jeiiko3a Mmbieid Mononu, (M-MLV RT
Moloney, RNase H activity, syntol). 3.75 Mk (0,1mkr) reromuoii PHK XBIII u 1
Mk (224 mxr/min) 3-RACE-CDS npaiimepa nporpeBaiiu nipu 72°C B Teuenue 3
MUH, oxJaxaanu 10 42°C B TeyeHrue 2 MUHYT. 3aT€M B MHKYOAllMUOHHYIO CMECh
(punanpHBI 00beM - 10 MxiT) qoOaBsu 4 Mk Mg-conepxarniero RT Oydepa (2
Mkl M-MLV RT buferr (A) 5x), 1 Mk (10mM) cmecu dNTP, 1 mxn (20 MM)
DTT), 0.25 mxn (40en.) «RNasin u 1 Mxn (50en.) oOpaTHON TpaHCKPHUIITA3BI.

Cunres k/IHK npoBoaumu npu 42°C B Teuenune 90 MUHYT.
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Amvmmupukanuio  ¢pparmentoB JJHK  ocymectBiasiim MeTomgom
nonuMmepasHo uenHor peakiuu (I1LIP). TIIP mnpoBogmnu B cCleayrommx
ycaoBusx: 1. 94°C 2 mun.; 2. [94°C 30 cek., 68°C 30 cek., 72°C 30 cek., 20
nukIoB]; 3. punanbHas snoranusa 72°C 3 mun» (Apxunos, 2017).

NukyOannonHnas cMmech coaeprxkana: 5 mxin 10X Taq buffer, 1 mxi (10 mM)
kaxxaoro dNTP, 5 mxin cmecu UPM-Long u UPM-Short npaiimepa (Ta6wuma 4), 1
Mkl CP-GSP2 npaitmepa, 2,5 mxi k-JJIHK-matpunst, 1Mk (S5ex) Tag-noaumepassl
JIHK.

Tabnuna 4. Ctpykrypa npaitMepoB, aMITUGUIUPYOMHX 5°- U 3’- QparMeHTs

reHoma X BUpyca majioTa.

Hassanue IlocnenoBaTenbHOCTE

5-RACE- TTG-TCG-GCA-GCA-TGT-GTG-TGT-GAA-GT

ShRACE-inner

5-RACE- GCC-AAT-AAT-TGT-GAG-GCA-GTC-ATT

ShRACE-outer

3-RACE-CDS AAG-CAG-TGG-TAT-CAA-CGC-AGA-CTA-CTT-TTT-TTT-TTT-TTT-

Primer TTT-TTT-TTT-TTT-TTT-TVN

UPM-Long CTA-ATA-CGA-CTC-ACT-ATA-GGG-CAA-GCA-GTG-GTA-TCA-
ACG-CAG-AGT

UPM-Short CTA-ATA-CGA-CTC-ACT-ATA-GGG-C

9. ®paknMoOHMPOBAHUE AMILJINKOHOB
«AmmmndunupoBanabie pparmeHTs! hpakuronnponamu B 0,8% arapozHom
resic Ha ocHoBe TBE Oydepa npu HampsikeHHocTH i1 mojst 120 v. Ouuncrtka
aAMIUTMKOHOB OT (DYHKIIMOHAJIBHBIX 3JIeMeHTOB cMmecu I[P ocymecTBisiiach ¢
npuMmenenneM DNA extraction kit # K0513 («Fermentas», JIutsa)» (Apxuros,

2011).
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10. ITIIIP B peaibHOM BpeMeHH

«ITonuMepasHyo IIEMHYIO PEAKIMIO B PEAIbHOM BPEMEHHU MPOBOAMIIN MPU
cieayomieM tepManibHoM 1ukie: 1. 94°C 2 mun.; 2. [94°C 30 cek., 60°C 30 cek.,
72°C 30 cek., 30 nwmxnoB]; 3. dunHanpHas »sjoHramus 72°C 2 MUH., C
ucnojis3oBanueM mpuodopos Light Cycler 96 (Roche, I'epmanmst), 7500/7500 Fast
Real-Time PCR Systems u QuantStudio («Applied Biosystemsy», CILIA), u
KOMILJIEKTa peareHTOB, BXOISAIIMX B Habop «2,5X PeakuuoHHas cMmech s
nposenenust [1I[P-PB B mpucyrctBun SYBR Green I» (Cunron, Poccusi)»
(Apxurnos, 2017). UukybanronHas cMecb 00beMoM 25 MKJI., copepxana: 10 MxiI.,
2,5X peakiuonHo cmecH, 1 MkJI., (10 MKMOJIB/MKIT) Kaxa0ro mpaiimepa, 1 M.,
(0,5 mxr) IHK-maTpuipl, 12 Mki1., COBOOOHOM OT HYKJI€a3 BOIBI.

O6pazen; JIHK B xaxkom skcriepeMeHTe ObUT IPEICTABICH B TPEXKPATHOM
MOBTOPHOCTH.

«PacueTbl OTHOCHUTENBHBIX ypOBHEW 3kcnpeccuu reHoB-muiieHe (GOI
gene of interest) mubunupoBanusix (S, sample) u 3m0poBeix (C, calibrator)
pPaCcTEeHUH MIAJIOTA OCYLIECTBIISIIN ¢ UCTIOJIb30BaHueM anroputMa AACt:

Fold difference = 2-AACt

ACt sample — ACt calibrator =AACt

Ct GOIS —Ct normS =ACt sample

Ct GOIC —Ct normC =ACt calibrator.

B kauecTBe KaimOpaTtopa HUCHOJIB30BAIM CESIHIBI IIAJ0Ta, B KadyecTBE
HOpManaisepa (norm) — red pactutenbHor 18S pubdocomanbnoit PHK, ypoBHu
AKCIIPECCUU KOTOPOTO B 3JJ0POBBIX W MH(UIIMPOBAHHBIX 00paslax IanoTa ObLIn

OJIMHAKOBB» (Apxunos, 2017).
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11. Onpenenenue HyKJIEOTHIHOM MOCJI€10BATEIbHOCTH
HyxneoTunHnyto mociieoBaTeIbHOCTh aMITMKOHOB omnpenesuin B 16-Tu
KamLIIPHOM aBTOMaThdeckoM cukBeHaTope «Applied Biosystems 3130x1» ¢
HabopoM xuMHUecKux peakTuBoB «BigDye Terminator v3.1 cycle sequencing kit
Y KOHLIEHTpauuen npaumepon 3,2 pM, npu ciaeayronieM TEpMaabHOM pPEKHUME:

96°C - 10cex; 50°C - 5cex; 60°C - 4muH., 251TUKIIOB.

12. KoMnbOTEepHBIH aHAJIN3 HYKJEOTHAHBIX 1 AMUHOKHCJIOTHBIX

10CJIeI0BATEILHOCTEH

JuzaiiH TpaiiMepoB OCYIIECTBISUIM C IMOMOIIBIO MporpamMmbl Primer3
(v.0.4.0), ucnonp3ys WHPOPMALMIO, MOJIYYEHHYIO MPU CEKBEHUPOBAaHUU 3° —
KoHIleBoro ydactka reHomHod PHK XBIII u cOOTBETCTByIOIIME OaHHBIE U3
GenBank (NCBI).

BripaBHMBaHME HYKIECOTUIHBIX 1 AMUHOKHUCIIOTHBIX MMOCIIEI0BATEIBHOCTEMN,
pacuer CTENEeHUM HUX TOMOJIOTUM W 3BOJIOLUOHHOIO CXOJACTBA C JPYTMMH
OpraHW3MaMH, IPOBOIMIIN C TOMOIIBIO KOMITBIOTEPHBIX TporpamMm nakera BLAST
(align, nucleotide blast, protein blast), BioEdit.

NneHTnyHOCTh  HYKJICOTMAOB B BBIPABHUBAHUAX  ONPEACNAIOCH
nporpaMmmHbeiM  oOecnieuenueMm GeneDoc  (http://www.nrbsc.org/gfx/genedoc/).
AHaJIN3 CXOJICTBA BRIPOBHEHHBIX MOCJEA0BATEIBHOCTEN MPOBOIUIICS, UCTIOIb3YS
cereBoe  npwiokenue ~ PLOTCON  (http://emboss.bioinformatics.nl/cgi-
bin/emboss/plotcon).

[TomapHpie BBIpaBHUBAHUS MOCJIEAOBATEIBHOCTEW JUISI  BBIYMCICHUH
NPOICHTa MICHTUYHOCTH ObUIM mpoBeneHbl anroputMoM Needleman-Wunsch
(Needleman and Wunsch, 1970).

DUIIOTeHETUYECKUN aHan3 BBIMOJHSJICA, HMCIOJb3Yyd IAKET MpOorpamMm

Mega5 (Tamura et. al., 2011) noctynHbiit Ha http://megasoftware.net/.
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13. KiionHupoBaHue reHOB
HyxneoTuaHble MOCIEN0BATEIBHOCTH, COOTBETCTBYIOIME TOW WJIM HMHOU
paMKe CUWTHIBaHHS, WHIMBUAYyAIbHO KJIOHHpOBaTM B OuHapHbId BekTop pLH

7000%*, Hecymuii reHbl YCTOWYMBOCTH K CIIEKTOMUIIMHY M cTpentoMuiiuny (Puc

10).
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Pucynok 10. Kapra 6uHapHoro BekTopa Ha ocHoBe miasmuasl pLH 7000*

OuncTKa BBIPE3aHHBIX M3 TENd aMIUIMKOHOB M BEKTOpA MPOBOJUIIACH C
nomompio kuta # KO0513 ((«Fermentas», JlutBa). JlerupoBaHue MmpoBOAUIHU C
nomorisio JIHK-nurassel gara T4, B TeueHue 2 4acoB MPU KOMHATHOM TeMIIepaType
B o0BbeMe 12 Mxut. «JIuraznoit cMechbio TpaHCc(HOPMUPOBATIA KOMIETEHTHBIC KIIETKA
TeTpanuKIMH-ycrorynBoro mramma E. coli XL-Blue (Stratagene Gene Cloning
System). Ilocie Tpancopmariuu KyiabTypy BbiceBaiM Ha yariku ¢ LB-arapowm,

coaepakareit 50 Mxr/mi ciekromunuHay (Apxunos, 2013; Kanomx, 1999).
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14. Ananu3 noanopa3mepubix kJIHK konuii reHoB, Koagupyromux oejxku X
BHPYCa 1IAJ0TA
IlepBuuHbI aHAIN3 KIOHOB IIPOBOAWIM C IIOMOLIBIO PECTPUKTHOIO
aHanuza, 1o caWram pectpukimu Xba I, Nco I, u TP ¢ ¢nankupyrommmu
npaiiMepamu. bbuin O0TOOpaHbl KJIOHBI CO BCTaBKaMH, COOTBETCTBYIOUIMMHU
pacyeTHOM JUIMHE T€HOB, KOJAUPYIOLIUX BUPYCHBIE OCIKH.
OT6opaHHbIe KIOHBI CEKBEHHUPOBAIUCH UCIOJIBb3Ysl Maphl npaiimMepoB Left-
60 CTG-ACG-TAA-GGG-ATG-ACG-CAC-AAT u Right-60 CCT-TAT-CTG-
GGA-ACT-ACT-CAC-ACA-TT xonuentparueii 3,2 pM/mxi. KitioHsl, KOHIIEBbIE
IIOCJIEIOBATEIbHOCTH KOTOPBIX COOTBETCTBOBAJIH KOHIIEBBIM
rocaenoBareabHoCcTAIM reHoMHod PHK, Opumm mcronp3oBaHbl B JIajdbHEHIICH
pabore.
15. Ua¢puiabTpanus BeKTOPOB
Bekropamu, Ha ocHOBe mtasmuabel pLH, koHIIEHTpanuen 5 MKr, HeCyluMu
BCTaBKy II€JI€BBIX T€HOB, TpaHchopmupoBanu mrTamMm arpobakrepuit C58Cl1
yCTOMUYMBOTO K pudaMnuuuHy. TpaHchopMUpOBaHHYIO KYJIbTYypy BBICEBAIM Ha
qamky co cpenoit Lb comepkaieid anTnOnoTHK B KoHIEHTparuu 100 MKr/mur.

Kosionuu BhIpaiyBany B TEUEHUE 3 THEW TPU KOMHATHOM TEMIIEPATYpE.

16. UHOKy/IMpOBaHME UHTAKTHBIX PACTEHUMH

Jlist arpouHGUIBTPALMK TOJYYEHHbIE KOJOHMHM arpoOakTepuH IITaMma
C58C1 copepxaiue miIa3MUAy CO BCTaBKOM 1I€JIEBOTO T€HAa Pa3MHOXKAIU
WHKyOupoBaHueMm B 5 mi cpenbl LB comepixkareit, B GuHaIbHON KOHIIEHTPAIIHH,
100 mxr/min kaxxnoro antuonotuka, 0,01 M MEC u 0,02 MM Acetosyringone, npu
180 00\MuH 1 KOMHATHO# Temrepatype B TeueHue 18 dacoB. HouHyto KynbTypy
ocaxxaayu neHtpudyruporanuem 3600 06/MuH. 3aTeM KJIETKH IToMeIaiu B Oydep
st uHguasTpauuu (10 MM MEC, 10 MM MgGl2, 0,15 MM Acetosyringone) u

nepememmmBanu Ha 40-70 o6\muH 1-1,5 4daca.
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[lepen  WHOKYJIMpOBAaHWMEM  TOJYYCHHBI  pacTBOpP  Pa3BOIMIU
UHOUIBTPAIIMOHHBIM OydepoM 10 onTuyeckoi ImiIoTHocTH kietok 1 OD600.
NHOoKynMpoBaHWE MPOBOAMIIMA B JIICTOBYIO TMOBEPXHOCTh MHTAKTHBIX PACTCHHIA
Nicotiana benthamiana. YpoBens skcripeccun permopTepHOro reHa OLeHHBAIIN I10
pesynbTaTam  QuiyopoMeTpun Ha (iyopeciieHTHOM crnektpomerpe LS 55,

PerkinElmer u meTo10M ”MMyHOOJIOTHHTA.

17. Daexkrpodope3 B NOJTHAKPHWIAMUIHBIX IeJIIX H MMMYHOOJOTHHT
BHPYCHBIX 0€JIKOB

«O0pa3upl 11 OETKOBOTO AJIEKTpOoPope3a TOTOBUIIUCH CIEAYIOLIUM
oOpa3zoM. PacTuTenbHbId MaTepuanl TOMOTE€HU3MPOBAJIM B JKUIKOM a30T€ U
skcTparupoBanu B 50 MM kanuii-hocharnoro 6ydepa pH 7.4» (Kanommn, 1999).
K 5-10 Mk skcTpakTa 100aBIsiid Takoe ke koinuectBo Sample Oydepa. Ilepen
dbpakimonupoanueM B [IAAI cMech mporpeBaiy B KUIIAIIEH BojiE 2-5 MUH.

«benku ¢pakimonupoBasii B 10% SDS-monmuakpuiaMuIHOM Tejie o
Metony Jlaemminy (Kanommn, 1999). Tpancdep 6e1K0B Ha HUTPOUEIITFOIO3HY IO
MeMOpaHy ocymecTsisiig B anmapare 2117 Multiphor II Electrophoresis Unit moa
JNEWCTBUEM BJIEKTPUYECKOTO TOKA.

«Membpanbl nakyoupoBanu B 20 MM Tpuc-0ydepe, pH7,5, conepxaiiem
50 MM NaCl u 3% ObI4bero CHIBOPOTOYHOTO ANHOYMHUHA B TEYEHUU 2 YACOB MPHU
KOMHAaTHOM  Temmneparype wunu 18 wacoB npu +4°C, mnpombiBanu
JTUCTUJUTMPOBAHHOM BOJION M MHKYOMPOBAIIM C aHTUCHIBOPOTKON B TECUCHUU Yacay
(Kamommu, 1999). 3arem wmemOpanbl mnpoMbiBanu Oydepom, coaepkammm
nereprenT (0,05% Tween 20), 1 ”HKYOUPOBAJIM C KOHBIOTATOM aHTHUMBIIITUHBIX
AHTUTEJI HECYUIMX JIIOMHHECLEHTHYI0 METKY Cy-3, B TedeHue 60 MUHYT mnpu
KOMHATHOM TeMIiepaType. Pe3ynbrarbl ompenesisii MposiBIEHUEM MeMOpaH ¢
MOMOIIBI0 TIporpaMMHOTo obecrieuenus: npudopa Typhoon 9200 variable mode

imager.
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1. PE3YJIBTATBI 1 OBCYKIEHHUE
1. AHa1u3 U3MeHeHni B reHoMe X-BHpYyca HIAJI0TA, MePCUCTUPYIOLIET0 B
BereTaTHBHO PA3MHOKA€MOM IIAJIOTE

«OTkpbITHI U onucaHHbIM B Poccun X Bupyc manoTa ObUT BBIACIECH U3
pacrenunii Allium cepa var. aggregatum G. Don. (cenekmuonnsiii oopaszern N803),
WHOKYJIMPOBAHHBIX 3KCTPAKTOM PACTEHUM IIajI0Ta MOHTOJLCKOro copra Tarap,
MHOUIIMPOBAHHBIX TOTUBUPYCOM KenTo kapiukoBocTn Jiyka (BXKKJI)»
(Apxumnos, 2013).

«bb110 00HAPYKEHO, YTO THOKNE BUPYCHBIE YACTHUIIbI, HAKATIMBAIOIINECS B
3HAYUTEJIbHBIX KOJUYECTBAX B pacTeHusx manoTta N803, ne npunamiexat BXXKII,
a IPeACTaBISAIOT COO0M BUPHOHBI HOBOT'O, HEM3BECTHOTO paHee BUPYycCa, CTABIIETO
TUIOBBIM I HoBoro poja Allexivirus». (Apxwumos, 2013; Kanyuka et.al., 1992).

«BnocneACcTBUM  AaHHBIA, POCCHUMCKMM M30aAT X BHpyca MIAJOTa,
MCITIOJIb30BAaHHBIM B HacToslell paboTe, MOoAIep)KUBAIM B T€UEHUE, M0 KpanlHen
Mepe, ABaauaTh JIET B BEreTaTHBHO pPAa3MHOXKAEMbIX PACTEHUSAX IIaN0Ta
cesieKuMoHHOro  obpaszua N803, He UHPUIMPOBAHHBIX  Kapjia- WU
MOTEKCBUPYCaMHU, TO €CTh B YCIOBUSIX MOHOMH(EKITHH.

3amgadeil Hacrosimeld paboOThl OBLT aHaIW3 TEX HW3MEHEHUM, KOTOpbIe
MPOU30IUIM B BUPYCHOM T€HOME B MPOIIECCE CTOJIb JUIUTEIBHOU PETpPOTyKIIUN
(Apxunos, 2013).

IIpenapar XBIIl Beigensics w3 3apaXeHHBIX PACTEHUM  IIAJIOTA.
«ITocnenoBarenbHOCTh KOHIEBBIX PAHOHOB T€HOMA X BUPYCa IIAI0Ta ONPEIEIISUIH
c momotiplo Habopa st Obictport ammumdukanuu koHioB PHK (FirstChoice
RLM-RACE Kit, Ambion)» (Apxumos, 2013). «/is onpenencHus
MOCJIEA0BATEILHOCTH OCHOBHOM YacTH I'€HOMA MCIIOJIb30BAUCH MSATHAILATH Map
crenupuyYecKux oJUroHykjaeoTuaoB (Tadmuia 5), co3JaHHBIX HA OCHOBE paHee
omnpenaenecHHoN mocnenoBatenbHocT renoma XBII (Kanyuka et. al.,, 1992)»

(Apxunos, 2013).
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Tabmuma 5. CTpykTypa mnpaiimMepos,

dbparmentoB kJIHK renoma X Bupyca manora.

HCIIOJB3YEMEBIX  IJIA aMl'[JII/I(bI/IKaHI/II/I

O6o3HaueHue Hyxneotuanas nocienoBaTeIbHOCTb Jloxanuzanus
nparMepa

N-o061acTh
Sh-N-1P GCT-TCT-AAG-AAA-GCT-ACG-GCT-ATA 195 - 212
Sh-N-1 M TCT-GAG-GCG-TGG-TAG-ACC-CAT-AT 952 - 930
Sh-N-2 P CTT-ACG-GCA-CTC-TCA-AAT-GGC-T 745 - 766
Sh-N-2 M CGA-ACT-CTC-AAG-TTG-GTG-AAA-CCA 1493 - 1470
Sh-N-3 P AAA-CAT-CTT-ACG-CTG-CCC-TGC-T 1288 - 1309
Sh-N-3 M CAT-GCT-TCG-ATC-AGC-TTG-TCA-AG 2038 - 2016
Sh-N-4 P GTT-TCC-TTG-CGAGTG-CGG-CA 1838 - 1857
Sh-N-4 M GTC-TTT-GTT-GAA-ATA-AAC-AGG-GCG-AAT 2588 - 2562
Sh-N-5P ATG-CGT-GTC-CAA-AAC-CCT-CAG-A 2377 - 2398
Sh-N-5 M GGC-GTT-GAT-CTC-CAG-TCA-GTA-T 3135 - 3114
Sh-N-6 P AAC-TAT-AAA-CCT-CGC-TAA-CGA-CTG 2930 - 2953
Sh-N-6 M TAT-GTG-TCT-TAG-TGG-GCA-CAT-CTT-T 3678 - 3654
Sh-N-7 P CGA-GGT-GCT-CTA-CAC-GGC-ATT 3473 - 3493
Sh-N-7 M GCC-ATG-GTC-GTT-GTT-AGA-AGT-AC 4222 - 4200
Sh-N-8 P CTC-TGC-GCA-CTT-ACC-TCT-CGA-A 4021 - 4042
Sh-N-8 M GCT-TTG-AGA-CTG-AAT-AAA-CTC-TCA-GA 4690 - 4665
Sh-N-9 P TCA-TTA-AGA-CTC-ATG-CGA-AGA-CCT-T 44509 - 4483
Sh-N-9 M CAG-AAG-CTG-GGT-GTT-CCG-TAT-T 5133 -5112
Sh-N-10 P GAAAGGTATGCAACCTCCCGAGT 4937 - 4959
Sh-N-10 M CTAAGGTGGATTTGCCGGAACCA 5432 - 5410

C-o0mactp
Sh-C-1P CCA-CTT-ATT-TCG-AAC-ATC-TTG-GGA 5207 - 5230
Sh-C-1M CGG-ATG-AGT-GAT-ACA-CGA-GAG-T 5919 - 5903
Sh-C-2P CCATCTGCAGCTTCTTACAATCACT 6036 - 6061
Sh-C-2M GAAATTTGAGTGGTAGAACCCGTGA 6726 - 6701
Sh-C-3P GAC-CTA-AAA-CTG-GAT-CAT-CAC-CAA 6199 - 6222
Sh-C-3M CCA-AAC-GAC-TCA-TTA-ACG-GGC-AA 6825 - 6803
Sh-C-4P AGA-TGT-CGA-ACC-GGT-AGG-CCA 4858 - 4851
Sh-C-4 M AGT-AAT-GGT-TAA-TTT-AAG-GGGA-AGT-GCT | 7339 - 7320
Sh-C-5P TAG-TTG-TGT-CAA-GCC-TCA-ACA-ACA-T 7110-7134
Sh-C-5M CCT-CTT-AGC-TTG-TAA-GGT-GTC-CA 7854 - 7832

«B pesymbrare Obi1 momyueH Habop ¢parmentoB JHK (puc. 11),

MEPEKPHIBAIOIIUXCS  MEXIy COO0OM,

ONpEeIeICHHBIMHU 111 KOHIIEBBIX paillOHOB reHoMay» (Apxunos, 2013).
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Replicase 26K 11K 42K CP 15K
] [se@ [tk |L5e8 |2k |2.5ae |3k [3.588 |4k |+ 5@E |5 & [5.588 |8 K |B.56E |7 K [7.58a8 |5 K | Basg
| |
| E— |
| E— |
| E— |
| E— |
==
| E— |
=
| E— |
=
| E— |
| E— |

1 1 23456 78 910111213

Pucynoxk 11.

(A) Cxema ammmdukanuun reHoMa X BHpyca MIAJOTa. 3EJICHBIM IBETOM
OTMEUEHBI KOHIIEBbIC (DparMeHTHI, TOyObIM — (hparMeHTHI ATLTHPHUITIPYIOITHECS
BuyTpu reHoma; (B) Dnektpodoperpamma PHK XBIII, BbimeneHHOW U3
OUHMIIICHHOTO BUPYCHOTO Tpenapata, u (ppakunonupoBanHoii B 0.8% arapo3HoM
rene; (B) Duektpodoperpamma psiga aMITuGUIMPOBAHHBIX (parMEeHTOB reHOMa
XBIII, coorBercTBytommx no3unusaM mpaiimepos: N1 (1 tpek), N2 (2 tpek), N3 (3
pek), N4 (4 tpek), N5 (5 tpek), N6 (6 tpek), N7 (7 tpek), N8 (8 tpek), N9 (9
tpek), C2 (11 tpek), C3 (12 tpek), C4 (13 tpek); () Doperpamma
aMIUI(UIIIPOBAHHOTO (PparMeHTa, COOTBETCTBYIOIIETO 3’ — KOHIIEBOMY YYacTKY
reHomHoii PHK XBIII, Bxirrodast mocie0BaTeIbHOCTD, KOIUPYIOINIYI0 0eok pl5,
(1 pexk). s poperpamm B u I ucmonb3oBasics Mapkep MOJICKYISPHBIX Macc M25
100-3000 bp DNA Ladder (HITO Cu63u3um», Poccus).
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«ITonmydennbie (parMeHThl KJIOHHUpPOBaJIM B cocTaBe BekTopa pAL-TA
(EBporen) u cexBenupoBanu. [lonnas nmocnenoBarensHocth PHK XBIIL, nouna
KOTOpOM cocTaBmiia 8898 HYKJIECOTUIHBIX OCTATKOB, HE cUUTas MOJIH(A )-KOHIIEBOU
yacTH, ObliIa lenoHupoBaHa B 0aze nanHbix GeneBank (Homep JX310755).

CpaBHeHHe MOJNy4eHHOM mocieaoBaTenbHOCTH reHoma XBII ¢
ONMyOJIMKOBAaHHOM paHee TMOCIENIOBAaTEIIbHOCThIO  POAMTEIBCKOTO  HM30JIATa
(Kanyuka et. al., 1992), mpoBeaeHHoe ¢ momolibio nporpammbl ClustalW2,
MOKa3ajao ux cxoACcTBO Ha 92,6%» (Apxunos, 2013).

«YPpOBEHb TUBEPTEHIINU, COOTBETCTBEHHO, cocTaBisieT 7.4%, nunu 0.37% B
roi, win 31 MyTanuys Ha TeHOM B TO/JI, YTO PUMEPHO B 3 pa3a NpeBBIIIAET YPOBEHD
myTaiuil y apyrux PHK-conepxanmx Bupycos» (Apxumnos, 2013).

«Paznuuue AByX mocineAoBaTeIbHOCTEH MOIJIO OBITH O0YCIOBIEHO JMOO
omuOKaMu, JOMYIICHHBIMU MPU OMPEACICHUU TMEPBUYHOM CTPYKTYpbl TeHOMA
POJIUTENBCKOIO H30J5Ta, M B 3TOM CIy4a€ MOXXHO OBLIO OXHAATh, YTO
BBISIBJICHHBIE HYKJIEOTUHBIE 3aMEHBI PACIpPEEICHbl PABHOMEPHO IO BCEH JITTMHE
reHOMa, MO0 HW3MEHEHWSIMHU, NPOM3OLIEAIIMMH B TEUEHUE JBaAUATH JIET
KyJbTUBUPOBAaHUS BHUpPYCa B BEreTaTUBHO pa3MHOXAEMbIX pacTeHUsX. B
NOCJIEIHEM Cclly4yae, NpUHUMAas BO BHHMAaHHE TOT (PAKT, YTO WHTEHCUBHOCTH
JABJICHUS €CTECTBEHHOro0 OTOOpa MOXKET OBbITh pPa3jiu4yHOM ISl Pa3HbIX
(GyHKIMOHATIBHBIX DJIEMEHTOB T'€HOMa, CIEAyeT OXKHAaTh, YTO OOHApYKCHHbBIC
3aMEHbl pacrpeesieHbl HEPaBHOMEPHO, KOHIEHTPUPYSCh B OTIEIbHBIX pailoHax
reHoma» (Apxumnos, 2013).

«Jli1s ananu3a pacnpenesieHus BhISIBICHHBIX 3aMEH B MOCIEA0BATEIbHOCTH
renoma XBII ucnons3zoBanack nporpamma PLOTCON, ¢ nomotiisio KOTopoi Obut
MOCTPOEH TpauK CXOJCTBA, OCHOBAaHHBIM Ha BHIPABHMBAHWUU HOBOW W paHee

onmyOiMKOBaHHOM nocnenoBarenbHocTed (Puc. 12)» (Apxumnos, 2013).
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Simitarity
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2000 4000 6000 8000
Residue Position
Pucynok 12. Cxema CXOJZICTBA BBIPaBHEHHBIX HYKJICOTUIHBIX

nocienoBatenbHocTer ShVX JX310755 u ycranoBnennoit panee (Kanyuka et.
al.,1992), nonyuyenHas c¢ ucnoiabzoBanuem cereBoro npuioxenuss PLOTCON c
maroM B 60 ocHoBaHuil. CXOJICTBO NOCJIEAOBATEIBHOCTEN MPEACTABICHO
HAIpoOTUB HUX TMOJoKeHuH. CBETI0-CepbIM LIBETOM OTMEUYEHBbl 00JIaCTU T'€HOB
ShVX. TeMHO-CepbIM LIBETOM OTMEYEHbl KOHCEPBATHUBHBIE 00JIACTU BUPYCHOMH

peTUIMKA3BI.

«IToctpoennslii TpaduK BBISBHI, YTO pa3iudHble pailoHbl reHoma XBIII
MPOSIBIISIIOT Pa3HYIO0 CTENEHb CXOACTBA HYKIEOTUIHBIX MOCIEAOBATEILHOCTEN
poauTeNbCKOro U gouepHero uzonstoB XBII» (Apxunos, 2013).

«PalioH, BKJIIOYAIOMIMI OTKPBIThIE paMKU cuuThbiBaHUs 2, 3 U 4 (TeHbl
oenkoB THI'l, TBI'2 u p42), comepkUT CyIIECTBEHHO OOJIbIlIee YUCIIO OTIUYUIN
MEXJIy JBYMS TOCJIEIOBATEIHLHOCTIMU, YeM JApyrue paiionsl reHoma (Puc. 12).
Kpowme Toro, paiton, kogupyrommi gomeH MET BupycHoOlM pernmmkassl, OKazauncs

0osee BapuaOeIbHbIM, YEM palOHbBI, KOJUPYIOIIUE APYTrHe JOMEHbI TOTO XKe OenkKa,
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HO MeHee BapuaOenbHbIM, uyeM paiion reHoB TbBI'1, TBI'2, p42 (Puc. 12)»
(Apxumos, 2013).

«Takum o0Opa3om, MOXKHO CAENaTh BBIBOJA, YTO, TIO KpalHEH Mepe, 4acTh
HAOJMIOMAeMBIX  PA3IMuUid  MEXKIYy TE€HOMHBIMH  MOCIEAO0BATEIbHOCTIMU
poauTenbeckoro u godepHero uzonsitoB XBII mpencraBnser coboil pe3ynbTaT
M3MEHEHUM, MPOW3OIICANINX B MEPHUOJ] MEPCUCTCHIIMM BHUPYCa B BErE€TATUBHO
pa3MHOkaeMbIX pacTeHusx manora N803» (Apxurmos, 2013).

«lTonapHbpie  CpaBHEHHUS]  aMUHOKHUCJIOTHBIX  IOCJIEAOBATEIbLHOCTEH
KOJUPYEMbIX O€JIKOB TOKa3aJid, 4YTO OOJbIIEe KOJIUYECTBO PATHUUAN
HYKJICOTHIHBIX IMOCJIEA0BATEIIbHOCTEM, HalIeHHOE y1st iomeHa MET B cpaBHEHUHN
C JpyTMMHU JIOMEHAMHU peIUIMKa3bl, HE MPUBOJUT K OOJIbIIEMY KOJIUYECTBY
AMHUHOKHUCJIOTHBIX 3aMEH: UJEHTUYHOCTh aMHUHOKHUCJIOTHBIX
MOCIIEIOBATENBLHOCTEN JTOMEHOB peruinkasbl coctaBuina 98,7% mist MET, 96,6%
s AlkB, 99,6% mnis HEL u 99,1% nns POL. C apyro#t cTopoHbl, YpOBEHb
CXOJICTBa aMHUHOKHCJIOTHBIX TocienoBarenbHocteir 6enkoB ThI'l, ThI'2 u p42,
coctaBisironii MeHee 90% COOTBETCTBOBAJI YPOBHIO CXOJCTBA HYKJIECOTHIAHBIX
MOCJIETIOBATEILHOCTEH JAaHHBIX T€HOB U ObUT CYIIECTBEHHO HIDKE, YEM YpPOBEHD
cxoactBa karncuanoro (Kb) u mnecrenn 6oratoro (L[BB) Oenkor (Tabmuma 6)»
(Apxumnos, 2013).

Tabmuma 6. CXOACTBO HYKJICOTHUIHBIX IOCJIEIOBATEILHOCTE TE€HOB U
AMUHOKHUCJIOTHBIX  TOCIEI0BAaTECIbHOCTEH  KOJUPYEMBIX  UMHU  OCJIKOB,
BBIYMCJIEHHOE Ha OCHOBAaHUU CPABHEHUSI POJUTEIBCKOTO M JOUYEPHErO U30JSATOB

pycckoro mramma XBII

I'en XBIII Jnmuna | UneHTH4HOCTH Pasmep | UnenTnunOCTH
U KOJTUPYEMBbIil OeNloK. | TeHa, HYKJICOTUHOU Oenka, | aMMHOKHCIIOTHOM
HYKIIL. MIOCJIE0OBATENBHOCTH, | a.0. IIOCJIEI0BATENBHOCTH,
% %

OPCI (permkasa) 5159 94.9 1719 93.8

OPC2 (TBI'l) 726 86.9 241 89.6

OPC2 (TBI2) 312 88.8 103 89.3

OPC3 (p42) 1143 82.4 380 87.6

OPC4 (Kb) 789 97.7 262 96.2

OPCS (I1bb) 387 99.0 128 98.4
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«Kpome TOro, ObUIO OOHApYXEHO, YTO AMHUHOKHCIOTHBIE 3aMEHBI B
kogupyeMomM OPC2 6enke TBI'l pacnpenenensl Hecly4ailHbIM — 00pa3oM.
UzBectHo, urto Oemok TBI'l XBIIl, xak U pojacTBEHHBIE €My OEIKH JPYTHX
BUPYCOB, T€HOM KOTOpPbIX KoaupyeT TBI', BKIIrO4aeT ceMb KOHCEPBATHBHBIX
MOTHBOB, XapakTtepHbix ais HT®da3Horo/xenunkasznoro nomena (Morozov, 2003)
KoTopeie B cyMMme 39% oOmel mmmnHbl O0enka. [Ipu 3ToM TONBKO MATH U3 25
AMUHOKUCIOTHBIX 3aMeH (20%) JoKalu3yroTCs B  IOCIEIOBATEIbHOCTIX
KOHCEPBAaTUBHBIX MOTHMBOB, TOI/la KaK Ha KOJMPYIOIIME WX paloHBI TeHa
npuxoautcs 30% HykIeoTHAHBIX 3amen» (Apxumos, 2013). «2tu HabMOACHUS
CBUJIETEIIbCTBYIOT B MOJIb3y TOrO, YTO PA3JIMYUSl MEXIAY POAUTEIBCKUM U
nouepHuM m3onsitTamu XBII SBiAr0TCS pe3ynbTaToM aJanTaliOHHBIX H3MEHEHHU,
MIPOU3OIIEIINX B BUPYCHOM TeHoMe» (Apxunos, 2013).

«YPpOBEHb CXOJICTBA aMUHOKHUCJIOTHBIX MOCIEI0BATEIHOCTEM KAICUIHOTO
oenka poautensckoro nzoara XBII (Kanyuka et al., 1992) u nouepnero uzonsira,
UCCJIEIOBAHHOTO B HACTOSIIECH pabore, cocTaBiseT MmeHee 97%, 4To cpaBHUMO C
ypoBHeM cxonactBa Mexay Kb paszmnusnbsix mrammoB XBII: uaeHTUYHOCTH
nocinenosarenpHocth Kb nmouepnero wusomara ¢ Kb unguiickoro wu
HoBo3enanackoro mrammoB XBIII coctaBuna 87,8% u 97,0%, cCOOTBETCTBEHHO.
OTW JaHHbIE T[IOKAa3bIBAIOT BEJMYMHY DJBOJIIOIMOHHOW JUCTAHIIUU MEXIY
POAUTENBCKUM M JOYEPHHUM H30ysiTaMu pycckoro mramma XBIID» (Apxunos,
2013).

«ITonmydeHHnple B HaACTOSIIEW paboTe JaHHBIE O PA3JTUYHBIX YPOBHIX
HAKOIUICHWS] MyTalWi B pas3Hbix paroHax reHoma XBIII noxaseiBator, 4TO
dbyHkImoHanbHble Moayidu BupycHoro PHK-reHoma MoryT uCHBITHIBATH
HEOJIMHAKOBOE  JIABJICHWE €CTECTBEHHOTO OTOOpa H, Kak CJEJICTBHE,

HBOJIIOIIMOHUPOBATH PA3HOM CKOPOCThIOY» (Apxunos, 2013).
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«MOXHO TpPEANoNIOKNUTh, YTO BBICOKUM YpPOBEHb HW3MEHUYUBOCTH,
oOHapy»eHHbIH 17151 paiiona reHoMma X BILI, koTopslii kogupyeT 6e5ok p42 u 6eyKu
TBI', HeoOxomuMble ISl MEXKKJIETOUYHOTO TPAHCHIOpPTa BUPYCHOW HH(DEKIIHH,
TOBOPUT O TOM, 4YTO OeJoK p42 TakKe MOXET OBbITh CBSI3aH C KaKUMH-JIHOO
acneKTaMH BUPYCHOTO TPAHCIOPTA. DTa TMIIOTE3a HE MPOTUBOPEUUT UMEIOIUMCS
AKCIIEPUMEHTAJIBLHBIM JTaHHBIM O B3aUMOJCHCTBUU Oenka p42 C BUPHOHAMHU,
IIOCKOJIbKY JIJII HEKOTOPBIX BHPYCOB, HE OTHOCAIMXCA K poxay Allexivirus,
nokazaHo (Dolja et all., 2006), yTto B3auMopeicTBHE BUpPYC-CIEHUPUIECKUX
O€NIKOB, HE BXOJIAIIUX B COCTaB CIMPATIHLHOTO KAlCHa, C BAPYCHBIMU YacTUIIAMU
HE00XO0MMO JUIsl TPAHCTIOpTa BUPYCHOM uHpekuun» (Apxuros, 2013).

[IpyuunHOl HaOII0IaeMBIX U3MEHEHUM, BEPOSITHO, SBJISETCA ajanTaius K

HOBOMY PACTCHHUIO-XO3AHHY.
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2. UccaenoBanme CynmpecCOPpHO aKTHBHOCTH 0€eJIKOB KOJAUPYyeMbIX 3’ —
00J1aCTBHI0 TeHOMA X BHPYCa 1IAJIOTA

Kax U3BECTHO, «3pPexTuBHOM CTpaTeruew, BBIPa0OTaHHOM
(GUTONATOTEHHBIMU BUPYCAMH B XOJE€ OJBOJIOIMU U TO3BOJISIIOUIEH UM
npeoposneBath aeiictBue PHK-unTepdepenunu, sBiasercs OIOKUpOBaHHE
TeHETUYECKOTO CalJICHCHHTA MOCPECTBOM CIEIHATBHBIX OEIKOB — CYIPECCOPOB
PHK untepdepentun» (Scholthof et.al., 2005). Takum o6pa3om, uaeHTHGHUKALIHS
OenkoB-cynpeccopoB X BHUpyca MIaloTa, CHOCOOCTBOBajia Obl MOHUMAHUIO
IIPUPOBI MOJIEKYJISIPHBIX MEXaHU3MOB Mcnosib3yeMblx XBIII st penpoaykuuu B
3apaKEHHBIX PACTCHUSIX.

HccnepoBanne BO3MOXXHOrO Hanmuuus (QyHkuuu cynpeccun PHK-
uHTepdepeHuy, y psaa OeNKoB KOAUPYEMBbIX NeHoMOM X BHpyca IIanoTa,
MIPOBOAMIIOCH C TIOMOIIIbIO arpO0aKTepUaIbHON TPAaH3UEHTHOM SKCITPECCUpYIOIeh
CUCTEeMBbl pernopTepHoro Oenka (3eneHoro Quyopecuupyromiero oenka, GFP) B
mucthax Tabaka (N. Benthamiana) B mpucyTcTBUM CHEIMPHUECKOTO HHIYKTOPA
PHK-unTepdepeHuii ¥ HM3BECTHOIO WJIM MPEANOiaraéMoro BHUPYCHOIO
cynpeccopa.

Hcnonb3oBaHne JaHHOM TEXHOJOTHMU BKIIOYAET CO3/JaHME BEKTOpa Ha
OCHOBE OWMHApHON TUIa3MU[bI, HECYyIIEed BCTaBKY IOJIHOPA3MEPHON KOIUU
aMIUTUUITAPY EMBIX YYaCTKOB, COOTBETCTBYIOIINX reHam 0enKoB
AKCIIPECCUPYEMbIX X BUPYCOM IIAJIOTA.

[Ipu kKOHCTpYHpPOBAHUYU MPAWMEPOB TSl aMIUTU(GUKAIINY WHANBUTY ATbHBIX
dbparmenToB BupycHoil kJIHK u mocnenyroriero kKIoHUpOBaHUS UX B OMHAPHBIN
BEKTOp OBbUIM HCHOJB30BAHbl JIAHHBIE AKTyaJbHOM WH(MOpMAUMU O T€HOMHOMU
opraHu3zanui X BHUpyca IIAJOTa HACTOALIErO HMCCIECJOBAaHUSA, a TaKKe

uH(popMaIus, NOJyYeHHAs] HAMHU U IPYTUMU UCCIIEA0BATENISIMUA paHee.
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C uenbl0 KJIOHUPOBaHUS OTAENbHBIX (PparmMeHTOB BupycHou kJ[HK B
OMHApHBII  BEKTOpP, B  CTPYKTYypy  MOpaiiMepoB  ObUIM  BKJIFOUEHBI
nocieaoBaTeabHOCTH  caiitoB  pectpukmmu Ncol u  Xbal, (Tabmuma 7)
OTCYTCTBYIOIIIME B IIOCJIENOBATEIBHOCTIX HCCIeAyeMbIx ¢parMeHToB. Kpome
TOr0, B IOCIEIOBATENBLHOCTh MPANMEPOB C cauToM pecTpukuuu Ncol mocne
VHULIMUPYIOMIETO KOJOHA U CIEIYIOLIETO 32 HUM I'YaHWUJIOBOTO OCTAaTKa BKIIFOYAJIH
nunykieotus TG. Bo3nukarommii Takum o6pazom tpumuier GTG unaynmpoBat
BKJIIOYEHHE B COOTBETCTBYIOIINE MOJUNENTUIBI TTOCIE N- KOHIIEBOTO METHOHHHA

OCTaTKa BaJIMHA, HC BJINAIOIICIO HA aKTUBHOCTD Oenka in Vivo.

Tabmuna 7. CtpykTypa npaiiMepoB, HCIIOJIIb30BAHHBIX B HACTOSIIEH pabore i
aMIUIMPUKALMK ~ UHAUBUAYAJIbHBIX  (parmeHToB  BupycHod kJIHK wu
KJIOHUPOBAHMM UX B OMHAPHBINA BEKTOp. ** KpacHBIM OTMEUYEH CalT PECTPUKLIHMH

Ncol, munoBsiM — caiiT pectpukiuu Xbal u romyosim — BanuHoBsIM Tpuruier GTG.

HasBanue. Hyxneotuanslit cocras. IMozuuum omxura Ha | Pasmep
MTOCTICIOBATEIBHOCTH | aMIUTH(UITpYe
NC_003795.1 0a3sl | MOTO y4acTka.
nmanaeix NCBI.
Hel-nco CGC-CAT-GGTG-AAG-ACT-GAC-CTC-CT** 5316-5331 725
Hel-xba GCT-CTA-GAT-CAG-GGG-GCG-GGG-CAA-A 6024-6040
Mem-nco CGC-CAT-GGTG-AGC-TTT-GCC-CCG-CC 6019-6031 311
Mem-xba GCT-CTA-GAT-TAA-TGA-GGT-TGA-GAA-C 6313-6329
SHVX42K-P CGC-CAT-GGT-AAT-TGT-CAC-GAC-CTT-C 6379-6400 1143
SHVX42K-M | GCT-CTA-GAT-TAA-CAC-AGA-CCT-TCA- 7501-7522
CCC-CTA
CP- Nco CGC-CAT-GGTG-AAC-GAA-GAC-GAT-TTG- 7547-7566 789
AAT
CP-xba GCT-CTA-GAT-CAG-AAA-GTT-ATC-ATC- 8315-8335
GGC-G
15K-F CGC-CAT-GGT-GCA-TCC-CCA-CGA-TCT- 8335-8353 359
AAA
15K-R GCT-CTA-GAT-TAT-AAT-TTA-AGA-GAT- 8720-8694
TTA-ATT-AA-TAG
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AMIUIMKOHBI, TIOJY4YEHHBIE C WCIOJIB30BAaHUEM JTHX TNpalilMEepoOB U
COOTBETCTBYIOIIME OTKPBITHIM paMKaM CUUTHIBAHUS T'€HOB KOJUPYIOIIUX OEIKU
XBI, dhpakuuonupoBaim METOAOM dJeKkTpodopesa B arapo3nom reie (Puc. 13,

Tpeku 1-4) U CEeKBEHHPOBAIIH.

1 2 3 4 5

Pucynok 13. «AHanu3 aMIUIMKOHOB, COOTBETCTBYIOIINX yyacTkam reHoma XBIII,
komupyromum TGBpl (tpek 1), TGBp2 (tpek 2), p42 (Tpek 3) u KarcuHbIi 610K
p37 (Tpek 4), MeTo10M AIeKTpodopesa B arapo3HOM Telie; MapKep MOJEKYIISIPHBIX
macc M25 100-3000 bp DNA Ladder (HITO Cu6an3um», Poccust)» (Apxunos,
2011).

ITosrydeHHBIE MOCIENIOBATENIBHOCTH COAEpKAIN (DIAHKUPYIOIIUE CANThI
pectpukumu Ncol u Xbal, ”HUIIUUPYIOLIHiT KOJOH U COOTBETCTBYIOIINE OTKPBITHIE
pamku cuutbiBaHus (0e3 caiitoB Ncol um Xbal), To ecTh Bce >JIEMEHTHI,
HEOOXOJMMbIE JJisi KJIOHUPOBAaHUS B OWHApHBI BEKTOP M JaJIbHEHIIIEro
UCIIONIb30BaHUSl B CHCTEME arpoOaKkTepHalbHON TPaH3MEHTHOW HKCIpPECcCUu

UCCIIeTyeMbIX OCITKOB.
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bubnmoreka  mmasMua, — COAEp)KAlIMX  BCTaBKy  C  JIaHHBIMH
MOCIICIOBATEIPHOCTSAIMH,  MOTYT  OBITh  HWCIOJB30BaHBI B  JAIBHEWUIIUX
MOJICKYJISIPHO-OMOJIOTUYECKUX IKCIIEPUMEHTAX ¢ X BUPYCOM IIAJIOTA.

[Ipn wucciaenoBaHWUU JIOKAJTBHOTO CAMJICHCHHTA, JIUCThS HMHTAKTHBIX
pacrenuii N. benthamiana wHOKyIMpOBaM CyCHIEH3UEH KIIETOK arpoOaKTepHid,
TpaHC(HOPMHUPOBAHHBIX PEKOMOWHAHTHBIMU TUIA3MHJIAMH, HECYIIUMHU Ty WIH
HHYI0 TeHeThueckyr KoHcTpykuuio (Tabmuma 8), u ypoBeHb 3KCIpecCHH
pENOPTEpPHOTO TeHa OLEHWBAIM 1O  pe3yjbTaTaM HWMYHOOJOTHHTa U
(GIIyopoMETpUN 3KCTPAKTOB SKCIIEPUMEHTAIBHBIX PACTEHHH IO MPOLIECTBUH [

I[HGﬁ ITOCJIC UHBCKIIHNH.

Tabmuna 8. OOo3HaueHWe U NPUHLUINHUAIBHBIE CXEMbl T€HETUYECKHX
KOHCTPYKIMH, HCHOJB30BaHHBIX B HACTOSLIEM HCCIEAOBAHMM B TIpoLEcce
arpo0aKTepHaIbHON TPAH3UTHOM 3Kcnpeccuu penoprepHoro reHa GFP B nmucthsx
N. benthamiana.

35S- mpoMOTOp, KOAUPYIOIIAst BCTaBKA, 3'- KOHIIEBOW HE TPAHCIUPYEMBINA Y4aCTOK

PHK B Bupyca mtpuxoBaroit Mo3auku suMeHs U 35S- TepMuHaTOp 0003HAYEHBI

spaxavy ™ TR \/ i ., COOTBETCTBEHHO.
EV (D Bekrop (pLH 7000*) Ge3 BcTtaBku (“mycToit”,
Empty Vector).
-—p T Bekrop, Hecymuii BCTaBKy, KOJUPYIOIIYIO
V-GFP PacTBOPUMYIO dbopmy 3€JICHOTO
daroopocueupyromero 6enka (GFP).
V-dsGF Bekrop, Hecymmii KOHCTPYKIIHUIO, HWTPAIOIIYIO
) DTN pons wuHaykropa PHK-untepdepenmmm: 5'-
GF FG MPOKCUMAaJbHBIA  y4dacTok (342  HYKIL)

mouduimposannoro resa GFP (GFPC3), 3'-
KOHIIEBOM HeTpaHciupyembidt yuactok PHK]
BHpYca IITpUxoBaToi Mo3auku ssumens u GFPC3
B 00paTHOW OpHEHTAIINH.

‘ Bekrop, Hecymmuii BCTaBKy, KOJIUPYIOLIYIO
V-p1o === 6enok-cynpeccop pl9 TomMGycBUpYCOB.

V- ShVX-ORF2, V- ShVX-ORF3, V- | Bektopbsl €O BCTaBKaMH OTKPBITBIX PaMOK
ShVX-ORF4, V- ShVX-ORF5, V- |cuureiBanus 2 - 6 XBIII, kogupyromux Oenku ¢
ShVX-ORF6 MPEANOIaraeMoi CypecCOpHO aKTUBHOCTHIO.
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Arpounbsenknuio Nicotiana benthamiana ocyiectBisin B cleayromumx
BapuaHTax: 1. Penoptepnsiii red (GFP) + mycroii Bektop; 2. GFP + unaykrop PHK
unatepdepernun (dsGFP) + mycroit Bektop; 3. U3BecTHhIN cympeccop (pl9) +
dsGFP + penoprepusiii ren; 4. 4,5,6,7 mocinenoBaTelbHOCTb, KOIUPYOIIAs
uccienyembrii 6enok + uaaykrop PHK unrepdepennmu (dsGFP) + penoprepnsiii
TEH.

[nuneyHast cTpykTypa, 00pa3yromasicsi Mpu SKCIPECCUU KOHCTPYKIUU V -
dsGF, sensercs uaaykropom PHK caiieHcuHra v pu ee HATMYHUW DKCIPECCHS
mapkepHoro Oenka GFP we mpoucxoaut, Torma kKak NpuUCYTCTBHE Oenka-
cynpeccopa, P19, wunHrubupyer paHHbli mpomecc, uro mno3Boisier GFP
AKCIIPECCUPOBATHCS B pacTeHUs X Tabaka. COOTBETCTBEHHO HAIMYME SKCIPECCUU
GFP B Bapmantax 5-8, MoxeT mnoaTrBepauTh ¢yHKUUO cynpeccopa PHK
CalJIEHCHUHIa y KaKoro-au0o U3 uccieayemMbix Hamu 0enkoB 3’ ob6nactu XBIII.

B ciyuae ecnu nccnenyemblii 00K He 001a1aeT CyNpecCOpHON PyHKIUEH,
mapkepHbiii  6emok GFP skcmpeccupoBaThcsi He OyAeT, 3a cyeT ACHCTBUSA
unaykropa PHK caiiencunra skcnpeccupyemoro koHcTpykiuei V-dsGFP.

Kak cnemyer w3 pesyibTaToB, MpEACTABICHHBIX Ha puc. 14 a u 0,
BOCCTaHOBJICHUE ypoBHs 3kcnpeccun GFP, CHU»keHHOro B pe3ynbTaTe JEUCTBUS
koHcTpykimu V-dsGF, wrpatomeit pons wunaykropa PHK-untepdepenumu,
HaOMIOMaeTcsl TOJBKO B MPHUCYTCTBHHM OelKa-cympeccopa TOMOYCBHUPYCOB
(xoHCcTpyKIWMsS V-pl9). [Tpu 3TOM, HU OJMH M3 MPOTECTUPOBAHHBIX OenkoB XBIII
dbynkuueit cynpeccopa sokansHoro PHK-calinencunra ne obnanaer.

[Ipy u3yyeHUr CUCTEMHOIrO CaWJIEHCHHIa HMCIOJIb30BAJIACh KOHCTPYKIIUS
skcnpeccupyromass TGBpl 6enox XBIII (ORF2), morekc- u kapiaBUpyCHBIC

TOMOJIOTH KOTOpoTo obnanaroT ¢pyHkuusmu cynpeccopa PHK-untepdepenim.
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CyCreH3uI0 KIETOK arpoOakTepuii, HECYIIMX KOHCTpykKiuio V- ShVX-
ORF2, unbenupoBali B JINCThsI HIDKHETO sIpyca TpaHCTeHHBIX pacTenuii Nicotiana
benthamiana nuaUKM 16C SKCIIPECCHPYIOMNX 3€JICHBIA (IFOOPECIICHTHBIN OCIIOK
meny3bl (GFP), u uepe3 14 - 16 nHeit naTeHCHBHOCTH (uryopecueniuun GFP B
JHMCTBSAX BEPXHETO sIpyca OlleHUBAIN MeToioM (uryopomerpun (Puc. 14 B).

Pe3ynpTaThl SKCIEpUMEHTa CBHUIETENBCTBYIOT O TOM, YTO B OTJIMYHE OT
CBOMX NOTEKC- U KapiaBupycHoro romosioroB, TGBpl 6enox XBII (ORF2) ue
uHrnoupyet taxxe u cucreMublii PHK - caiinencunr.

«TakuM 00pa3om, pe3yJbTaThl HACTOSIIETO HCCICAOBAHMS MO3BOJISIOT
caenathb BeiBOJI, yTo XBIII penpoaytiupyercst B pacTeHUsIX 1IaNI0Ta B OTCYTCTBUU
coOCTBEHHOI0 akTUBHOro Oenka-cynpeccopa PHK calinencunra» (Apxurmos,
2017).

He uckimoueno, uro naruduposanre PHK caiinencunra, Heooxoaumoe st
ycremHoM  penpoaykuuu XBII B ucciemyeMod cuCTEME, MOXKET ObITh
O0OyCJIOBJIEHO PAa3JIMYHBIMA MEXaHHW3MaMH, HalpuMep CIOCOOHOCTBHIO BHUpYycCa
KaKUM-TO OOpa3oM TMOJHOCTBHIO TMOJABIATh WJIM HM3MEHITh JKCIPECCHI0 TEHOB

AHTUBUPYCHOTO (DUTOMMMYHUTETA.
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Pucynok 14. lerexkuus GFP merogamMmu uMMyHOOIOTHHTA U (hJTyOPOMETPHH.

(A) UmmyHoOnOTHHT SKCTpakToB JUCTheB N. Benthamiana uepes 4 nHs, mocrne
WHBEKIIMKA KIIETKaMU arpoOakTepuii, HECYIIUX T€HETUYECKUE KOHCTPYKIIUU ISt
MPOBEPKHU CYNPecCcOpHOM akTuHOCTH OenkoB 3' o6actu XBIII;

(b) ®dnyopomerpus skcrpaktoB auctbeB N. Benthamiana depes 5, 6 u 7 nueit
MIOCJIC UHBEKIIMH KJIETOK arpoOaKTepHii, HECYIIUX TeHETHUYECKHE KOHCTPYKIIMU
JUTSI IPOBEPKU CyIIPEeCCOpHOM akTuHOCTH 0ekoB 3' oomactu XBIII.

(B) dnyopometpusi skctpaktoB JjuctheB GFP-tpancrennoit N. benthamiana
(mHMs 16 c) uepes 14 pgHel moOCHEe HHBEKIHMHM KJIETOK arpodakTepui,
TpaHC(HOPMHUPOBAHHBIX PEKOMOMHAHTHOW IUIA3MHUION, HECYIIEH KOHCTPYKITUIO
ShVX-ORF2. ®nyopecnentnsiii ciekrpometp LS 55, PerkinElmer. 3nauenwust
CBETOBOI0 MoToka npu otHomeHuu Exctitation/ Emission = 395/509, 0603HaueHbI

AKHUPHBIM MIPUPTOM.
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3. llopaBaenue 3xcnpeccun paxkropos PHK-caitsiencunra
npu penpoaykuuu XBII

«DuroBupycHas HHPEKLIHS B PACTEHUAX SBIISIETCS MOUIHBIM 3K30T€HHBIM
uaaykropom  PHK-untepdepennmu  Bb3bIBas  3ddekt  crnernuduaeckoro
paciieruieHusi PerUIMKaTUBHBIX  (ABylenouedyHbix) ¢opm BupycHeix PHK
pacTHTeIbHBIMHU Aaiicep-noao0HbMu Oeitkamu (DCL)» (Apxurmos, 2011).

«Jlerpamanus BupycHoir PHK compoBokmaercs o0Opa3oBaHHeM BHUPYC-
cnenupudeckux kopotkux mHTephepupyrommx PHK (SIRNA), ydactByromux B
¢opmupoBanun  sddekropuoro  komriekca  RISC, B pesynbrare
¢yHKuMoHMpoBaHUs KoToporo BupycHble PHK, kommiemeHTapHble MajbiM
uteppupupyrommMm PHK, cnenrduuecku pazpymarorcs. [IpoayKTsl pacuierieHus
BupycHbIx PHK B cBOrO odepenp ciykar MaTpuuaMu JUisi CUHTE3a KJIETOYHBIMU
PHK-3aBucumpivun  PHK-nommmepaszamu neynenouyeunsix PHK, B pesymnbrare
pacmierienus kotopblx DCL-0enkamu  gopmupytorcss BropuuHble SIRNA,
OJoKUpyIOIMEe CUCTeMHOE pactpoctpanenue Bupyca (Ding, 2007)» (Apxumos,
2017).

«B cBOO ouepenb, BUPYCHl HCIOJNB3YIOT pa3JIMYHbIE MEXAHU3MBI
no3BoJsttonue naruduposats npouecc PHK-caitnencunra, Hanpumep KOAUPYIOT
cnenuanbHbie Oenku-cynpeccopsl. OaHAaKO, JaHHbIE, MOJTYYEHHbIE B HACTOSALLEH
pabote, 1ar0T OCHOBaHUA Npeanoaarars, yto XBI ycnemnHo penpoayupyercs B
OTCYTCTBUU COOCTBEHHOTO AaKTHUBHOIO OeliKa-Cylnpeccopa WU, CIEI0BaTeIbHO,
npeojioyieBacT UMMYHHBIN O6apbep PHK-calinencuHra ¢ moMoIpio Kakux-TO WHBIX
MOJIEKYJISIPHBIX MEXaHU3MOBY (Apxwuros, 2017).

«B Hacrosmieil pabote Obula MOCTaBleHA 3ajlaya HKCIEPUMEHTAIbLHOM
MPOBEpPKHU runoressl, cornacHo koropot XBII nmpenorepamaer PHK-cainencunr
B pe3yJibTaTe Cneuu(@UUecKoro MHruOMpPOBAHMS TPAHCKPHUIIMU T'E€HOB Aaiicep-
nonooHeix OenkoB (DCL) u PHK-3aBucumoit PHK mnonumepaze (RDR), uto

npeamnojgaract CpaBHUTCIBHOC HCCIICOBAHUC ypOBHeﬁ MMpCACTaBJICHHOCTHU
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COOTBETCTBYIOIIMX TPAHCKPUNTOB B KOPHAX U JIMCThAX 3J0POBBIX U
uHuimpoBanubix XBII pactenunii manorta» (Apxurmos, 2017).

dutoBupycHass WHOEKIUS KapAUHAIBHBIM 00pa3oM H3MEHSET CTPYKTYPY
TpaHCKpunToMa pacteHus-xo3simHa (Postnikova, 2012), uto nemaetr BbIOOp TeHa
nomarnraero xossiiictBa (housekeeping genes), skcmpeccust KOTOporo cBoOogHA
BO3JICHCTBHIA BHEIIHWX W BHYTPEHHHX (HaKTOPOB, B KAdeCTBE HOpMalaii3epa
ONTUMAJIbHBIM, TpHU uUcmoib3oBaHuu Merona [I[P B peanbHOM Bpemenu miis
OIICHKH YPOBHEH OTHOCHUTEIHHOM SKCIPECCHH H3y9aeMbIX TPAHCKPHUIITOB.

MpbI npuHSUTH pellIeHUs UCTOb30BaTh B KAUeCTBE reHa-HOopManaiiepa 18S
PHK, uto 00yciioBUiI0 HEOOXOUMOCTh UACHTU(PUKALIUNA JAHHOTO T€Ha B IIAJIOTE.

Jlo mpoBeleHHs HACTOSILEr0 MCCIENOBAHMS Kakas-TuO0 MHGPOpMALMs O
naicep-nogo0ubix 0enkax, PHK-3aBucumoit PHK monmmepase u 18S PHK Allium
cepa var. aggregatum G. Don B MupoBO#l HaydHOH JHTEpaType OTCYTCTBOBAIA.
Uuncio renoB DCL-0elkoB B T'eHOME IAjOTa W DBOJIIOIMHUOHHBIE B3aUMOCBSI3HU
MEXy HUMHU TaK K€ OCTAIOTCS HEU3BECTHHIMHU.

«Ha mepBom 3Tare paboThl OCHOBHYIO 3aJa4y HACTOSIIETO MCCIICIOBAHUS
MPEANnojarajoch pemmTh € TMOMOIIBI0  JMATHOCTHYECKUX  IpaiiMepoB,
COOTBETCTBYIOIINX KOHCEPBATUBHBIM YUaCTKaM I'€HOMHBIX TIOCIICIOBATEIPHOCTEH
DCL - 6enkoB apabumoncuca (Margis et. al., 2006).

JIaHHBIN SKCIIEPUMEHTAIBHBIM MOAXO0J OCHOBAH HA KOHUEIILMUHU, COTJIACHO
KOTOPOH JIJIsT BCEX MOKPHITOCEMEHHBIX M, BO3MOXKHO, JUII BCEX MHOTOKJICTOYHBIX
pacTeHult xapakTepeH 6a30BbIii Habop yeThipex TrnoB DCL-0enkoB, 001agatommx
BBICOKMM YPOBHEM TOMOJIOTHM, HWMEIOIINUECS HKCIIEPUMEHTAIbHBIC JIaHHBIC
CBUIETCIBCTBYIOT O TOM, YTO TaKHE NpalMepbl ICHCTBUTEIBHO TO3BOJISIFOT
ocymiecTBiIATh uneHtudukanuo DCL-6enkoB 1-4 MeromoM moiuMepasHOU
IIEMTHOM peaklUu HE TOJIBKO B apaOHIOICHCE, HO TaKXke - B SUMEHE, KyKypy3e,

xyonyaTHuke u aronuHe (Margis et. al., 2006)» (Apxunos, 2011).
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«B Hammx sKcnepuMeHTaX, ¢ MOMOINBIO YKa3aHHbIX MNpaiMepoB, ObLIU
HazexxHo wuneHtuduiupoansl DCL-6enku 1-4 B pacTeHusix apaOujorcuca,
onHako mnpuMmeHenue ux Ha saepHor JHK wmmm x/IHK manora okaszanocs
0e3yCrenHbM. AMIUIUKOHBI JINOO HE CHUHTE3UPOBAIUCH BOBCE, JIHMOO MPOMYKTHI
peakuuu He Oo0iaganu  CKOJbKO-HHOYAb  BBIPAXKEHHOM TOMOJIOTHEH C
nocjeaoBaTeabHOCTAMHU, Koaupyrommumu DCL-6enku 1-4» (Apxunos, 2011).

«MBl UHTEPHPETUPOBAIM STU JaHHBIE KAaK CBUJETEIHCTBO BBIPAXKEHHOU
nuBepreniuu reHoB DCL-6enkoB A. thaliana u Allium cepa var. aggregatum G.
Dony (Apxumnos, 2011).

«B manpHelIeM Mbl IPEANPUHSIIN MOMBITKY MOAOUTH K PEIICHUIO CTOSIICH
nepes HaMu 3ajauM, ucnosib3dys 0a3zy panHbix GarlicESTdb, conpepxarryto
unpopmarmio o 21,595 EST (Expressed Sequence Tags) — nocienoBareabHOCTSIX
Allium sativum (Kim et. al., 2009). Vcnonp3oBaHre B aHAJOTHYHBIX IENIIX Oa3bl
nanHbix o Allium cepa (Joseph et. al., 2004) coneprkaiieil 3HaYUUTEIBHO MEHbIIIEE
yucio EST-nocnenoBarenbHoCTeH, OKa3zanoch Oe3ycnemHbim» (Apxumos, 2011).

«B 0a3e mannbix GarlicESTdb, mocpenctom mporpammel BLAST/tblastx,
KOTOpasi TPAHCIHUPYET MPEUIOKEHHYI0 HYKJICOTHAHYIO MOCIEI0BAaTENIbHOCTh U
3aTeM CpaBHUBAET MEXAy c000il aMHUHOKHCIOTHBIE MOCIEAOBATEIHHOCTH, OBLI
ocyuiecTBieH nouck EST-mocnenoBarenbHOCTEN, KOOAUPYIOINUX MOJUATIENTHABL,
oOnafaronye BBICOKMM YPOBHEM TroMoyioTuu ¢ pasznudyabiMu DCL-Oenkamin
(Apxumnos, 2011).

«Ha puc. 15 mpencraBieH pe3yibTaT TaKOTO CKPUHHUHTA C yYacTHEM
matpuaroit (M)PHK AtDCL2; ananornynbie JaHHBIC OBLIN MOTYUYEHBI C y4aCTHEM

MPHK Bcex u3BecTHbIX pactutenbHbix DCL-0emkoB)» (Apxunos, 2011).
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Color Key for Alignment Scores
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Pucynox 15. «Pesynbrathl ckpununra EST-mocnenoBaTenbHOCTEH,
komiuiemenTapabix mMarpuuno PHK AtDCL2, B 6a3ze nmanubpix GarlicESTdb.
Oo6napyxennsie EST cootBeTcTBYyI0T nocneaosarenbHocTssM MPHK B unTepBanax

3100 — 3750 1 4100 — 4250 nykneotuaoB» (Apxurmos, 2011).

«B  pesynbrare Obuin BblOpansl Tpu EST-mocnenoBaTenbHOCTH:
EPPO0SKGAA12S003959 (783 bp), EPP0O04KGAA12S004834 (679 bp) u
EPPO04KGAA12S005240 (675bp). Bece oHm copepranud MO OJHOW OTKPBITOH
paMKe CYMTBHIBaHHWS, W CTENEHb TOMOJIOTMM TPAHCIUPYEMBIX C OTHX
MOCJEeA0BaTEILHOCTEH  MONMOENTUI0B ¢ pasznuuHbiMu  DCL-Oenkamu
apabujorcuca, puca M TONoJs BapbupoBana B mpenenax 60-70%. Ilpu stom
COOTBETCTBYIOIIMN KOMITbIOTEPHBIM aHAJIN3 BBIIBUI B COCTAaBE MCCIIEIYEMBbIX
NOJIMTIENITUIHBIX ened xapaktepHbie A1t Monekysbl DCL-6enka dsRNA bind,

PAZ u RIBOc (RNase Il1a u RNase IIIb) nomenst (Puc.16)» (Apxurmos, 2011).
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EPPO0SKGAA12S003959 (783bp)
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EPPO04KGAA125004834 (679bp)
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EPP004KGAA12S005240 (675bp)
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Superfanilies RIBOc superfamily RIBOc superfamily

Puc 16. «Pe3ynbTaThl KOMIBIOTEPHOTO JOMEHHOTO aHAJIN3a MOJIUIENTHIOB,
TPAHCIUPYIOLIUXCS c HYKJICOTUAHBIX EST-nocnenoBarensHOCTEM
EPPOOSKGAA12S003959, EPPO04KGAA125004834, PPO04KGAA12S005240»
(Apxwurnos, 2011).

«Pazpaborannbie mpaiimepsl (Tabmuma 9), cooTBeTCTByIOIIME Yy4YacTKaMm
Tpex BblOpaHHbIX EST-nocnenoBaTenbHOCTEW, OBUIM  HCMONB30BAaHbI IS
JanbHeie paboThl C TPAHCKPUIITOMOM IIANI0Ta. AMIUTU(QUIIMPYEMBIE C TaHHBIX
npaiiMepoB (pparMeHThI, COOTBETCTBYIOIIUE Y4YacTKaM TpexX BbIOpaHHBIX EST-
MOCJIEA0BATENBHOCTEN, DKCTPArMPOBAIN M3 Telsl, OYMINAINA U CEKBEHHPOBAIH.

Hwuke npeacTaBiieHbl MX HYKJIEOTHUIHBIE TIOCIIEI0BATEIbHOCTIY (Apxumos, 2011).
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Ta6mumna 9. Ilpaitmepsl, ammumuduupytomue GparMeHTbl HYKICOTHIHBIX

nocieaoBaTeabHocTel, Koaupytomux DCL-6eKky B pacTeHHX MIaioTa.

O6o3HaueHue npaiiMepa | HykimeoTH iHast 10CTIEI0BATEIBHOCTD
E ST - nmocaenoBareannocts EPP004KGAA12S005240

L-38 TATGAGCTGGCCATTGCTAA
R-552 GCATCCCCAAGATACTCCAA

E ST - nmocaenoBareannocts EPP004KGAA12S004834

L-133 GTCCCCGTTTTGTGATTGAC
R-632 AGCCATCAAAACCTGCTCAC

E ST - nocaenoBareannoct EPPO0SKGAA12S003959

L-106 TGAAGAGCAGGGAAACTCTCA
R-644 TCCTATCCGGCATAAGTTGG

EST3959-L-106 + EST3959-R-644

GTCAGCCTGTTCTAATATGGGATAAACTTGAAATGGAGCAATCA
ATCCTTACTTAATGGAAGGCATATATTTACTGTTCAAAATTTTCTCTCT
AGACGACGTCCGAAGCATAAGAAAGAAAATAGTTCCGCGGGAGTTGA
ATTGCCTCCGGAAGTTTGCAAAATCATTATGTCTCCAATTTCGACTGAT
ATTCTATACTCATTCTCATTTGTTCCGTCGATTATGCATCGCGTAGAGT
CTATGCTCCTTGCTTCAAAATTAAAGTTGATTCATTCGGATCACTGCAT
GCAAAATGTCAATGTTTCTACTACCAGGGTATTGGAAGCAATAACTAC
CAAGAAATGCCAAGAGGCATTTTCTTTGGAATCATTAGAAACCCTTGG
GGACTCGTTTCTCAAATACGCCGCAAGCCAACATTTGTTCAAGATAAA
CGAGCACCATCATCAAGGCACACATGCAACACACGCCACTGCTC
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EST4834-L-133 + EST4834-R-632

ACCCAGAGTCTCGCGACCTACCCTTTTTGTCCCCGTTTTGTGAGT
CCCCAAGTTGCGATTGACAAGGCTTTAAATATTTCCTCAAGGTATCTG
CTTCAAAGTTGTCCAGTACAAAACGTAACTGTTAAGGGGGAATATAAT
AAATTGAAACAAATTGCTAGTCTCGAAACAATAAAAAAACTTCACCA
GATTGGTGCACTGTCTGATTATCTTTTACCAGTACCAGATGATAAAGC
AGAGCTTGATTCGGAAGAAAGTGGCTTCGAGTATAGTAGTGAACAAG
TTAGTTATTATCCAGGAGAGTTGGTTGATTCGTGGTCTTCGTATATCTG
TTACAGTTTATATCATTGCTACAAGATCACATTAAAAAATCAATTCCA
ATCTGCGTATTCGTTCAGTGATATTATTCTTGTGGTAAAATCAGATCTT
GGACTAGATCTAATTCTAACTCCTTGACTTGAAGAAGACCGGGGGTTT
GTCTTTGTAATGGGAAAAGTGGCCGTG

EST5240-L-38 + EST5240-R-552

CGTGCTGTCAGCGTGAGTATTTTACCCGAAGACTTTTTTGCGCTG
GGCAGACCTTGTACAGTAATTTGTAATGCAGATACAGAATCAGATATA
CATAACCAACAAGTCAATGGCAACATAATAGATGAAAGTGCGTATGT
GAAATGCACAAAATCTCATAGGTGGGTTCATAAAAAAACAATTGCAA
ATGTTGTTGAATCTCTAGTTGGAGCATTTCTTGTTCTTAGTGGATTTAA
GCTGCAATCGCATTTCTTAACTGGCTTGGAATACAAGTTGACATTGAA
ATTTCAGATATTTTAACATTTTACCCAAAAAACTTTTTTGATCTGGCCA
TACCTGAAACAATAAATGTTAATGCATATAAAAACTCGTAAAGACAT
AAGTTTAAAATCCATGGCCTTCTTCTTCATGCCTTCGTCCACCCTTCTT
ACAACAAGCACCCAGGAGGGTGCTATCAAAGATTGGAGTATCTTGGG
GATGCACAAATCTTGACTTTTCTGTCTAAGGT
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«KoMIbroTepHBI aHAJINA3 MOTYyYeHHBIX TIOCIEI0BATEIHHOCTEH HE BBISIBIII B
0azax manHbeix NCBI mocnemoBaTenbHOCTEH, 001aarONIUX CKOJBKO-HUOY/b
3aMETHOU TOMOJIOTHEH C MCCIIETyEMBIMH; B TO XK€ BpEeMs TPAHCIUPYEMbIE C ITHUX
MIOCIIEI0BATEIHPHOCTEH MOUIISTITHIBI 00JIa AT BBICOKUM YPOBHEM FOMOJIOTHH CO
BCEMHU PACTUTEIBHBIMU Jaiicep-mogoOHbIMH OenkaMu U HanbonbmuM (81%) - ¢
DCL-6enkamu tomons (Populus trichocarpa). Ilpm 3ToM aMHUHOKHCIIOTHBIE
MOCJIEIOBATEIILHOCTH BCEX TPEX TMOJHUICNTHIOB HE OBLIM HICHTUYHBIMH, U B
CTPYKTYpE KaXKJO0TO MPHUCYTCTBOBAIN PA3IMYHBIC, XapaKTEPHBIC IS MOJICKYIIbI
DCL- 6enka, nomensl (dsSRNA bind, PAZ unu RIBOc, Puc 17)» (Apxumnos, 2011).
A.

L-106 — R-644 [EPPOO5KGAA12S003959]
-
Query seq,

twcleic acid=binding interface

Superfanilies PAZ superfamily ) (RIBOc superfamily {

b.
L-133 - R-632 [EPPO04KGAA12S004834]

1 5 i 0 Lin 125 151
fuery seq, oo

Superfanilies v tsRNA_bind superfanily )

B.
L-38 — R-552 [EPPO04KGAA125005240]

1 15 30 45 (1] 75 ai a9
R e
active site
retal binding site
dimerization interface

Superfanilies Y RIBOc superfamily ]

Pucynokx 17. «/loMeHHBI aHAIW3 TOJUMNENTUIIOB, TPAHCIUPYEMBIX C
HYKJICOTUJIHBIX TOCIEA0BATEIIbHOCTEH, aMILTU(UIIMPOBAHHBIX C TIOMOIIBIO TIap
npaiimepos: (A.) L-106 — R-644 [EPPOOSKGAA125003959]; (b.) L-133 - R-632
[EPPOO4AKGAAL125004834]; (B.) L-38 — R-552 [EPPO04KGAA12S005240]»

(Apxurios, 2011).
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«TakuMm 00pa3om, BIEepBbIE MPEACTABICHO J10KA3aTEIbCTBO AKCIPECCUU B
pacTEeHUsX IIaJoTa HYKJICOTHIHBIX IOCIEA0BATEILHOCTEH, KOAUPYIOUIUX TPH
JIOMEHa Pa3JIMYHBIX Jaiicep-moJ0OHBIX OENKOB; KpPOME TOT0, MpPEICTaBICHHBIC
JTAaHHBIE TMO3BOJISIOT CHENATh BBIBOJ O BBICOKOM CTENEHHM JIMBEPreHIUU Jancep-
NOJJOOHBIX OENKOB apalOuaoncuca W psjga Jpyrux BUAOB, oTHOcUTEIbHO Allium
cepa var. aggregatum G. Don» (Apxwumos, 2011).

«IIpu UACHTU(UKALIH HYKJICOTHU THBIX MOCJIeIOBATEILHOCTEH,
kogupyromux Oenkn RDR B pacreHusx manoTa, MCHOJIB30BAJICS IMOAXOM,
anpoOUPOBAHHBIA HAMU JIJIs TOMCKA HYKJIEOTUIHBIX TocienoBaTenbHocTer DCLy
(ApxumnoB, 2011). AHaJOTMYHBI METOJl HCIOJB30BAJCSA JUIsl  TIOHMCKA
nocienoBarenpbHocTy Koaupyronier 18s PHK manora.

C ucnonbzoBanuem 0a3 manabpix NCBI Allium cepa ESTdb (taxid:4679) u
NCBI Allium sativum ESTdb (taxid:4682) Obutn BbIOpaHbl EST-
MOCJIEIOBATEAbHOCTH,  CTENEHb TOMOJIOTMM  KOTOPBIX C  Pa3jIM4YHBIMU
nocienoBaTenbHOCTIMH  pactutelbHBIX RDR - (EST677423, EST683932,
EST672667) u 18s PHK (EST682433, 687635) BapbupoBaina B npeaenax 70-90%.

Ha ocnoBe ycranoBnenusix EST-mocnenoBaTenbHOCTEN pa3pabOTaHbI
npaiimepsl (Tadsmna 10), 1 pparMeHTh aMITMQUITIPOBAHHBIC C UCTIOB30BAHUEM
JAHHBIX MTpaiiMepoB ObUIM CUKBEHHUPOBAHBI.

[TocnenoBarensHoctn  (parmentoB  RDRP u 18s PHK manora,

YCTAHOBJICHHLIC B PC3YJIbTATC CCKBCHUPOBAHUA IPEACTABIICHBI HUXKC.
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Ta6bmumna 10. Ilpaitmepsl amrmuduIUpyronMe y4acTKHM TOMOJIOTUYHBIE

nocnenoBareabHoCTIM pactTuTeabHbIX RDR u 18s PHK.

HazBanue HyxkieotuHblii cocTaB

18s-132-F TGG-ATT-GGA-GCC-TTG-TCT-TCT
18s-539-R CCT-TCG-CCA-CTG-AAT-TTC-GA
Rdr-240-F AGT-TCA-TGC-AGA-CCA-AAG-CG
Rdr-574-R TCA-ACT-CCC-AAG-CAT-CGG-AT
Rdr-343-F GTA-AAG-ATG-CCT-CCG-TCC-CT
Rdr-771-R AAG-CTC-TTC-GAC-CAG-ACC-TC

RDRP:

AAATGCATCAACTTGCAGAGCTTGCGGCTGAGCAGTCGACTTCC
CTAAAACCGGTAAAATAGTAAAGATGCCTCCGTCCCTGAAGCCCAAA
CTGTACCCTGACTTCATGGGCAAGGACAGTTCCCTTACCTACAAATCA
GAGAAAATACTGGGCAGACTCTACAGAAAAATAAAGGATGCAGCAAA
CGAGGACAGCCATTCAAATCTCATTACTGCATACGAGGACATACCCTA
CGACCTAGACCTAGAGCTACCCTACGTGCAGGACTATTTATCCAATGT
TGGGAGTTGAAATGCTCGTATGATAGACAGCTGAATGCGTTGCTAGGG
CAGTACAGAGTAGAAAAAGAAGGTGAACTTGTTACGGGTCATATTTG
CTCAATGGCTTGGGCTACATACAACAGCAAAAAGCAAGGAGACGTTA
AAGAGAGGGTGAAGCACGCGTACAAT
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18s PHK:

CGGGGGAGAAGAGACGATATCCCCCCCCCCGGGGGAGGGLGLCC
GCGCCCCCCGCCCCCCCAAAAGAGAGACAGACGACGACACAAAAAAT
CCCCCCCCCCTTTTTTTAAAAAACACACAAAAAATCATCCCCCCCCCC
CCCCCCCTCGGGGGCCCCGTTTCTGTTCCCCAAAAAGTTCCCCCCGTCC
TCAACCAGAAAAAACCTGGCATGCCTTTGGCCATGAAATTCGACCAA
GCGAAATGACAAAATGTGGGAAAGATCGGTCCCTGTTGTATTGCTTTT
AATTACCAAGGCAACACAGGGATGTATAGGGTTAAACTTACAATTATC
GTTTAAATCAAAATCTCATCAACGAACACAAAAGGTTTTATTTACCCT
TACCCATTGCAAACAATAATAAAACAATCGAAATCGCCCTACCACATC
TTTCTTATTTTTCCCTAACTTTTCCTTTCACCTTCCGCCGCCCTTCCCCT
CCGTTCAAGGGA

KommiproTepHblii aHamn3 BBISIBWI 3aMETHBIM MPOLUEHT TOMOJIOTHU C
MPEJICTAaBJICHHBIMU B 0aze  IaHHBIX NCBI; IIs1  HYKJICOTUIHBIX
nociienoBareibaocter RDR cxonctBo cocrasistiio 67-73%, mrs 185 rRNA 73-
74%.

«ITockonpky, OOHapy>KEHHbIE B PACTEHUAX IIAJOTa HYKJICOTHIHBIC
MOCJIE0BATEILHOCTH KOJAUPYIOT MOJTUIENTH/ B, 00J1a1atoIe Hanbosiee BBICOKUM
ypoBHeM romosioruu (>98%) ¢ RDR6 apabuorncuca u puca, MOXHO Ioj1arath, 4To
MoJTyueHHas B paboTe nH(opMalus OTpakaeT CUTyallui0 UMEHHO C 3TUM KJIacCOM
PHK-nomumepas.

Takum 00pa3oM, BIEPBBIC MPEICTABICHBI JOKA3aTEIbCTBA IKCIPECCHUU B
pacTeHHUSIX IIaJioTa HYKJICOTHUAHBIX IOCIEAOBATEILHOCTEH, KOIUPYIOIINX
pactutenbhyto PHK 3aBucumytro nonmumepaszy u 18s PHK» (Apxumnos, 2017).

[Ipaiimepsl pa3paboTaHHBIE B XOJI€ HACTOSIIEH pabOThl MOTYT OBIThH
PEKOMEHIOBAHBI IS TaIbHEUIIINX MOJIEKYJISIPHO-OMOJIOTHYECKUX UCCIICIOBAHUI

COOTBETCTBYIOIIUX rocienoBaTensHocteid Allium cepa var. aggregatum G. Don.
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«HccnenoBanre ypoBHEH NPeICTaBIEHHOCTH TPAHCKPUIITOB KOJAUPYIOLIUX
DCL-6enxu u RDR B 1HCTBAX HHPUITUPOBAHHBIX PACTCHHH, TPOBOIMIIN B IIEPUO]I,
KOTJla KOHIIEHTpAIMsl BUpyca JOCTUTAla CBOEr0 MakcuMmyMa (2-3 Hemenau mocie
BBICAJIKM JIYKOBHII); B KOPHSIX ATOT MapameTp HCCieNoBajiu Ha 4-5 JeHb Mocie
BBICAJIKU JIYKOBHUI] (CTa/IUs FOBEHWIbHBIX JINCTHEB) U 3aTEM - uepe3 2 — 3 HeAenu
pocTta pacteHuit» (Apxunos, 2017).

«KoHcTpyupoBanue mnpaiMepoB, MCIOJB30BaHHBIX B HacTosled padoTe
IpU IPOBEACHUH TTOJTUMEPA3HOH IIETTHOM peakiuu B peanbHoM Bpemenn (Tabmmia
11) ObLIO OCYIIECTBICHO HA OCHOBE YCTAHOBJIEHHBIX HAMHU MOCJIEI0BATEILHOCTEM
xoaupytonmx DCL, RDR u 18s PHK B Allium cepa var. aggregatum G. Don.,
TakuM 00pa3oM, YTO OBl pacyeTHBIH pa3Mep AamIUIMKOHA COOTBETCTBOBAI
ontuMaiibHoMy auano3ony 100-200bp. [Ipaiimepst LTP per-59-F u LTP per-274-
R Obum CKOHCTPYUPOBAHbl HEMOCPEICTBEHHO HAa OCHOBE W3BECTHOU

IIOCJICA0BAaTCIIbHOCTH,

nentuy 4 manota (AILTP4, GenBank Accession EF633511)» (Apxunos, 2017).

KOJIUpYIOled HecnenuPuyeckuil JUMUANePEHOCSIIINI

Tabmuua 11. Ctpykrypa mpaiiMepoB, MCIOIb30BAHHBIX MPU MPOBEIACHUH

MOJINMEPA3HON LIEMTHON peaKUu B PEaIbHOM BPEMEHHU.

18S rRNA-F CCC-GTT-TCT-GTT-CCC-CAA-AA
18S rRNA-R AGA-AAG-ATG-TGG-TAG-GGC-GA
RDR-244-F CCT-AGA-GCT-ACC-CTA-CGT-GC
RDR-450-R ATT-GTA-CGC-GTG-CTT-CAC-C

DCL 3959-136-F

GTT-GAA-TTG-CCT-CCG-GAA-GTT-TGC

DCL 3959-293-
R

TTT-TGC-ATG-CAG-TGA-TCC-GAA-TG

DCL 4834-298-F

GGA-GAGTTGGTTGATTCGTGGTCTTCG

DCL 4834-473-
R

CCC-CGG-TCT-TCT-TCA-AGT-CA

DCL 5240-241-F

CAA-TCG-CAT-TTC-TTA-ACT-GGC-TTG-GAA-T

DCL 5240-414-
R

AGG-CAT-GAA-GAA-GAA-GGC-CA

LTP pcr-59-F

GCA-GTC-CGT-ATG-CAA-AT

LTP pcr-274-R

TAG-GGT-TTC-GTC-TCA-GAC-CG
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«Habop mnpaiiMepoB TreHEepUpOBaIM C TMOMOIIbIO TporpamMmbl Primer3
v.4.1.0» (Apxumnos, 2017).

«BpiOOp  onTUMaibHBIX ~ TNpaMEpPOB  OCYLIECTBISUIM  METOIOM
TIOJIUMEPA3HON IIETHOW PEaKITUH 110 KOHEUHOM Touke» (Apxumos, 2017).

«YPOBHH NIPEJICTABICHHOCTH TPAHCKPHUIITOB, KOAUPYIOLINX OCTKA-MUIICHUA
B HCCIElyeMBbIX oOpasuax, omnpeneiasuin meronoMm I[P B peanbHOM BpemeHw;
anroput™m  delta-delta CT; xkamuOpatop — O€3BUPYCHBIC CESHIIBI IIAJIOTA;
Hopmaaitzep — 18S PHK» (Apxumnos, 2017).

«Ammumndukarop — Lightcycler 96 («Roche Diagnostics GmbH»y,
['epmanus), Habop peareHToB SYBR® Green Reagents (OAO «CunTom,
Mocksa)» (Apxwumnos, 2017).

«Kak crnemyer W3 pe3ynbTaTroB, MpeACTaBIEeHHBIX Ha Puc.18, B kopHsX
UHQUIIMPOBAHHBIX PACTEHUH IajoTa YK€ Ha 4 JeHb MOCIe BHICAIKH JTYKOBHII
(Puc.18, A) 6b110 BBISIBIICHO 3HaUMTEIBHOE TToAaBieHue Ykcnpeccud RDR u DCL,
U Yepe3 JIBe HEJENN POCTa PAaCTeHUN JKCIPECCHs TEeHOB-MUIIEHEH OKa3bIBalIach
nonaBieHHon mnonHocThio (Puc.18, B). B nucThIx MakcMManabHBIM ypOBEHb
noaasnenus skcnpeccun DCL — 6enkoB coctanisin 40- 60%, Torna Kkak ypoBeHb
skcripeccun RDR camwxkancs Ha 98% (Puc.18, B). BoisBnennsie paznuuus B
YPOBHSIX NpPEICTaBICHHOCTH HYKJIEOTHIHBIX HocJe10BaTeNbHOCTEH,
koaupytonmx DCL, cBHIETENBCTBYIOT B TIOJB3Y MPEIOIOKEHUS O TOM, YTO 3TH
nocyenoBaTenpbHocTH NipuHamiexkar DCL-0enkaM pa3HbIX KIaccoB» (ApPXHIIOB,
2017).

«Bupycnass uH@ekuus BecbMa CHEHU(PUYHBIM U CIOXHBIM 00pa3oM
MOIU(ULIKPYET CTPYKTYPY TPAHCKPUIITOMA BOCTIPUUMYMBBIX MIIM PE3UCTEHTHBIX
K JAaHHOMY BHPYCHOMY ITaMMY BUJIOB PaCTCHHI-X035€B, MPU 3TOM H3MEHSIETCS
YPOBEHBb JKCIPECCHUH COTEH TE€HOB, KOHTPOIMPYIOMIUX KaK 00YCIOBIIMBAIOIINE
AaHTUBUPYCHBIH MMMYHUTET (aKTOpbl, TaKk U Hecnenuduueckue (HakTopsl, B

YaCTHOCTH, JTHUIIUAIICPCHOCAIINEC TICIITUABI. Tak B Hamien pa60Te OTMCYCHO, 4YTO
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YPOBEHb SKCIPECCUU JUIUIANECPEHOCALIET0 NenTuaa 4 B KOPHAX U JIMCTHSX
JIBYXHEIEeIbHBIX NH(UIIUPOBAHHBIX paCTeHUN 11asioTa, B otiinuue oT RDR u DCL,

3ameTHO Bo3pactan (Puc.18, b u B)» (Apxunos, 2017).
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JIucrtos (2 Hegesn)
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Pucynok 18. OtHocuTenbHBIE YPOBHU SKCIPECCHH TE€HOB-MUIICHEW B

kopHsX (A, b) u nmucteax (B) pactenuii manora B yCIOBHSIX NEPCHUCTEHTHOU

uHpexuu XBIII.

(dbeHOMEH TOMaBICHUS

«B Hacrosimeit paboTe BHEpBbIE ONUCAH

TpaHckpunuuu reHoB kieroyHoil PHK-3aBucumoit PHK-nonumepasst 1 DCL-

OEJIKOB B KOPHSX PAaCTEHMI IanoTa B yCIOBUSIX epcucTeHTHOU nHpekuu XBILI.

Mp1 nipeanosiaraem, 4To CloCOOHOCTh BUPYCA MOABIATH SKCIPECCUIO KITFOUEBBIX

¢akropoB PHK-caitnencunra oOecnednBaeT YCIHEHIHYIO PENpPOAYKIHUS U

dbopmupoBanue nepcucteHTHOM MHGpekiuu XBIIl B oTcyTcTBUM COOCTBEHHOTO

aKTUBHOTO Oeika-cyrnpeccopa» (Apxumos, 2017).
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4. TpaHCKPUNIIIMOHHOE PeNPpOrpaMMHpPOBaHUE
B IIpouecce nepcucreHTHONH nHpexuun XBLI

«ITomy4deHHbIe B HACTOSIILIENH pabOTe Pe3yJIbTAThl CBUIETEIBLCTBOBAIIM, UYTO X
BUPYC IIAJOTa YCIEUIHO PENnpoaylupyeTcs U (HOpMUPYET NEPCUCTEHTHYIO
UHQEKINUI0O B OTCYTCTBUE aKTHBHOro Oenka-cympeccopa. [lpu stom uHbekuus
XBIII, conpsikeHa ¢ mogaBICHUEM SKCIIPECCHH 110 MEHBIIIEH Mepe NBYX (aKTOPOB
caitnencunra (DCL-0enkoB 1 RDR) B KOpHSIX W JUCThAX WHGUIHUPOBAHHBIX
pacTeHui, U BIMIET Ha Hecnenupuyeckue (akTopbl aHTUBUPYCHOTO UMMYHUTETA,
B YaCTHOCTH JIMIHI-TIEpEHOCIINI 0e10k» (Apxumnos, 2019).

«Mbl  OpeAnoNOKWIM, YTO  MEXaHW3MOM  mnos3posirommMm — XBII
MPeoIoJieBaTh UMMYHHBIH Oaphep MoxkeT ObITh oOycnoBieHHoe PTI (Pattern-
triggered immunity) cnerupuyeckoe TPaHCKPUIIIIMOHHOE PETPOrpaMMUPOBAHUE,
B pe3yjbTaTe KOTOPOTO MOTYT M30HMpaTeIbHO M3MEHATHCS YPOBHHU IKCIPECCUU
3HAUUTEIBHOTO  psiia TE€HOB, KOJUPYIOUMX  (aKkTOpbl  aHTUBUPYCHOIO
dburonmmynutetay (Apxumnos, 2019).

«IIpencraBneHHple B MOCIEAHUE BPEMS JKCIIEPUMEHTAIbHBIE JaHHBIE,
CBUJIETEIBCTBYIOT O TOM, YTO (PUTOBUPYCHI (MT0J0OHO OaKTepraIbHBIM TATOTEHAM )
WHIYLUUPYIOT TPOLECC, aHAIOTHMYHbIA KiaccudeckoMy PTI, wmHaykropamm
KoTOporo (BupycHbiMU PAMPS) MOryT Cly’>KUTh ABYLIEOYEYHBIE PETUTUKATUBHBIC
dopmer BupycHbix PHK (Korner C.J., et. all., 2013, Niehl A., et. all., 2016, Mitter
N., et. all., 2017)» (Apxwurmos, 2019).

OKCHepUMEHTAJIbHAsl ~ NPOBEpPKAa TMIOTE3bl O  BO3MOXHOW  pOJIH
TPAHCKPUIIMOHHOTO penporpaMmmupoBanus B penpoaykunn XBII npenmnosnarana
aHaJIM3 CPAaBHUTENILHON HKCIIPECCUU pAJla TEHOB, 33JIEHCTBOBAHHBIX B Ipolleccax
PTI n aHTHUBUPYCHOTO pACTUTEINBHOTO UMMYHHUTETA.

B Ttabmuuax npuseaensl mapkepsl PTI (Tabmn. 12) u cooTBeTcTByIOLINE

npaiimeps (Tadm. 13,14).
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Tabnuua 12. I'eHbI-MUIIIEHH, YPOBHHU SKCIPECCUU KOTOPBIX UCCIEIOBAIU B

HACTOsIICH paboTe B yCIOBUAX MepcucTenTHOoM nHbekuuu maiora (Allium cepa

var. aggregatum G. Don) X Bupycom manora.

CumBoa | Ha3zBanue Gesika — MpOAyKTa IKCHPECCHH. Bua pacrenns, ID opTtonora*.
reHa. opToJiora*,
I'enbi-mapkepst PTI
ARM Armadillo repeat family proteins Arabidopsis thaliana | AT3G02840
RBOHD | Respiratory Burst Oxidase Homologue D Arabidopsis thaliana | AT5G47910
EDS5 Mate Efflux Family Protein (Enhanced Arabidopsis thaliana | AT4G39030
Disease Susceptibility 5)
LOX3 Lipoxygenase 3 Arabidopsis thaliana | AT1G17420
BRI1 Bril-like 3 (Brassinosteroid insensitive) Arabidopsis thaliana | AT3G13380
SOBIR Leucine-Rich Repeat Protein Kinase Family Arabidopsis thaliana | AT2G31880
Proteins (Suppressor of Birl-1/Evershed)
CRK4 Calcium-dependent protein kinase (CDPK) Arabidopsis thaliana | AT5G24430
family proteins (Cysteine-rich receptor-like
Kinase 4)
SERK1 Somatic embryogenesis receptor-like kinase 1 | Arabidopsis thaliana | AT1G71830
PR1 Pathogenesis-related proteins group 1 Arabidopsis | AT2G14610
thaliana
PR5 Pathogenesis-related proteins group 5 Arabidopsis thaliana | AT1G75040
NHL10 Late embryogenesis abundant (lea) Arabidopsis thaliana | NP_181142.1
hydroxyproline-rich glycoprotein family
ACRE31 | Avr9/cf-9 rapidly elicited protein 31 Nicotiana tabacum AAG43547.1
ACRE132 | Avr9/cf-9 rapidly elicited protein 132 Nicotiana tabacum AF211532.1
JApyrue reHbl-MMILIEHH.
DCL Dicer-Like proteins Allium sativum EPPO05KGAA1L2
S003959
RDR 6 RNA-dependent RNA polymerase 6 Arabidopsis thaliana | NP_001327617.1
AGO Argonaute family proteins Triticum aestivum AGB34311.1
Tm22 ToMYV resistance protein Solanum AAQ10736.1
lycopersicum
PR6 Pathogenesis-related proteins group 6 Arabidopsis thaliana | NP_199170.2
LTP Lipid transfer proteins (Pathogenesis-related Allium cepa AF004946.1
proteins group 14), (Antimicrobial protein
Ace-ampl precursor mRNA)
WRKY WRKY transcription factors family proteins Arabidopsis thaliana | AEC09374.1
TCTP Translationally controlled tumor proteins Jatropha curcas EF091818.1
PIRL Plant intracellular Ras group-related LRR Arabidopsis thaliana | NP_196204.1
proteins
DBP1 DNA-binding protein phosphatase 1 Arabidopsis thaliana | NP_001324148.1
CBP60g | CBP60G (Calmodulin-binding protein 60 G) Arabidopsis thaliana | OA089604.1
GRF6 G-box regulating factor 6 Arabidopsis thaliana | NP_001190276
FRK1 FRK (Fertilization-related kinase 1) Arabidopsis thaliana | OAP09570.1

*YKa3aHbl OPTOJIOTH, C TOMOUIBI0 KOTOPBIX OBUTH MOTYYEHBI

OINITUMAJIBHBIC PE3YJIBTATHI IIPU KOHCTPYUPOBAHUN COOTBCTCTBYHOIINX

npaiiMepoB (cM. Tab. 13, 14).
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Ta0muna

13.  Hykneorunansie

MMoCIacaA0BaTCIIbHOCTHU

IIpaiMepOoB,

UCIIOJIb30BAaHHBIX TP OMNpenesieHuu ypoBHeW skcrpeccuu mapkepoB PTI mpu

nepcucteHTHOW uHpekmuu manota X Bupycom manota (III[P B peampHOM

BPEMCHHU ).
[Ipatimep. ITocnemoBaTeIbLHOCTD. ID TpanckpunTa Allium cepa L.
B 0aze gannbix TSA (NCBI).
ARM 530-L 5’- ATGATGCGGGCCTAGTAGAC -3" | GETF01031504.1
ARM 766-R 5’- CTCCCTCGATCAGTCCACTC -3’

RBOHD 2641-L

5'- GTTTGATCCTAGACGACGCG -3’

GBRN01002659.1

RBOHD 2868-R

5'- TCAACATACCCGACCCGAAA -3’

EDS5 303-L 5-TCGCTTGGTCTTGGCTTCTA -3’ GBRQO01023449.1
EDSS5 549-R 5’- CGTCTGAGAATCCAACGACG -3’

LOX3 1753-L 5’- ATGCCACTCGTACGCTTTTC -3° | GBRQ01024907.1
LOX3 1943-R 5’- GACGCCTGCATCATTAGAGC -3’

BRI1 1541-L 5'-TGTTCCCGCTCAGCTGATTA -3° | GBRQO01031765.1
BRI1 1749-R 5-TACTTTCGGTGGCAATGGGA -3’

SOBIR 812-L 5’- CAAGTCATGCAAGCTTCCGT -3° | GBRQ01012958.1
SOBIR 1041-R 5’- CTGGAAAGATGATCGCGGTG -3°

AtCRK4 1496-L 5-CTTTCTTGACCTTGGCCTCG -3’ GBGJ01061169.1

AtCRK4 1731-R 5’- TCCCCAGCTAAGCACATCAA -3’

SERK1 1291-L 5'- CTTCTTCAGCGGGAACATCG -3 | GBGJ01064935.1

SERK1 1478-R 5’- TCCACCTCCTCCATTTGTCC -3’

PR1 443-L 5’- GTCAAGATCGGTTGCGCTAG -3° | GBJZ01171295.1

PR1 660-R 5’- CCAAGCAAACTCTCATCGCA -3°

PR5 616-L 5'- ACTGTCTACGGGCCCAAAAT -3° | GBGJ01079964.1

PRS5 803-R 5’- ATATGCTGCCTCCGGAACTC -3’

18S rRNA-L* 5’- CATCAGCTCGCGTTGACTAC -3’

18S rRNA-R 5’- GATCCTTCCGCAGGTTCAC -3’

* 18S rRNA mpaiimepsI pecTaBICHHBI B HAYYHBIX JINTEPATYPHBIX

ucrounukax (Gaspar et all., 2004; Baier T., 2018; Abdelkhalek A., 2022).
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Tabmuna 14, HyxkneorugHbsle  NOCIEAOBATENbHOCTH  IpaiiMepoB,
UCIOJIb30BaHHBIX NIPU ONPEICIIEHUU YpoBHEW skcmpeccun ¢akropoB PHK-
caitnencudra, NB-LRR peuentopoB u reHOB, NpHHHMAIONIMX Y4YacTHE B
penpoAyKIMH (PUTOBHUPYCOB, IPU MEPCUCTEHTHON MHPEKIUHU manoTa X BUPYCOM

manota (I[P B peansHOM BpemeHn).

[paiimep. IlocnenoBaTenbHOCTS. ID tpanckpunTa Allium cepa L.
B 0ase manubeIx TSA (NCBI).

Ago-L-672 5'-AACTCCCAAGAAGCTTTGCG-3’ GBGJ01050630.1

Ago-R-851 5'-CCCTCCTTGAGCAGTTCTGA-3’

Tm22-L-3013 5'- TCGTGGGCTCTTTCACTGAT-3’ GBRN01023560

Tm22-R-3257 5’- CACCCGCTTCATTGGTGTAG-3’

FRK1-L-421 5'-AGTCACGCTCAATGGCAATG-3’ GAA001012059.1

FRK1-R-635 5'-CTGCCGCAACATCATAGCAT-3’

NHL10-L-327 5'-TGCTCCTCACATCGTTCACA-3’ GBRQ01023138.1

NHL10-R-572 5'-AGCTCACCACCTTCACTCTC-3’

ACRE31-L-473 5'-GCAGTTCTTCGAAAGCAGGA-3’ GBR001073928.1

ACRE31-R-699 5'-ATTGAGCACATCCTCCCCTT-3"

ACRE132-L-272 5'-GCCATGCCTCAACCTGATTT-3’ GBRQO01011764.1

ACRE132-R-451 5'-CCTTCTTGATCGGGAAAGCG-3’

PR6-L-100 5'-ATGAGGGGTACATGGCAGAC-3" | GBRQ01165078.1

PR6-R-274 5'-AAGCATCGGAAGCGAAGAAG-3’

LTP pcr-59- L 5'-GCAGTCCGTATGCAAAT-3’ AF004946.1

LTP pcr-274-R 5'-TAGGGTTTCGTCTCAGACCG-3’

WRKY-L-1367 5'-ACGTGGAAAGGGCATCAAAC-3" | GBR0O01047677.1

WRKY-R-1550 5'-GCGACCGGTCTTTGAACATT-3’

TCTP-L-172 5'-AGGGCAAGTGGGTAGTTCAA-3" | JR844934.1

TCTP-R-382 5'-TCCAATTTCGAAGGCAGAAGT-3’

PIRL-L-84 5'-ATCATGGATCCAAGCCCCAA-3’ GAANO01019083

PIRL-R-377 5'-CTTTGCGAGGTCAACAGCTT-3’

DBP-L-392 5'-AGGGTCGTTGTGCTCTTGTA-3’ GBR001024689.1

DBP-R-623 5'-CAACGGTCAGCTCAACGTAG-3’

CBP-L-429 5’- GAAGCAGAGGGAAAGCAACC-3" | GBR0O01059419.1

CBP-R-673 5’- AAGCCAACACCATCATGCAG-3’

GRF6-L-607 5'-TCCAGTCTTGAATTCGGCCA-3’ GAANO01023832.1

GRF6-R-829 5'-TTCGATCGAGCAGAAGGAGG-3’
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«OO0pa3ipl IPOPOCTKOB M JHMCTheB pactenuii majnora (Allium cepa var.
aggregatum G. Don) pa3sMHOXEHHBIX B YCJIOBHUSX IEPCUCTCHTHOM HH(EKIUU
XBIII oToupanu vepe3 3 CyTOK U uyepe3 2 HEJEIU IOCTE BBICAJKU JTYKOBHI»
(Apxurmos, 2018).

«IToucKk HYKIEOTHIHBIX IOCIENOBATEIBHOCTEN, KOAUPYIOIUX TOMOJIOTH
BbIOpaHHBIX T€HOB-MHUIIEHEH, B TPAHCKPUIITOME HambOojee ONMU3KOro K MIANoTy
BUJa A. cepa L. mpoBouiIM ¢ uCnoib30BaHUEM MPOrpaMMel tblastn n 6a3bl JaHHBIX
TSA (Transcriptome Shotgun Assembly, NCBI,
https://www.ncbi.nlm.nih.gov/genbank/tsa/)» (Apxwurmos, 2018).

«CooTBeTcTBHE OOHAPYXXEHHBIX TPAHCKPUNTOB HCKOMBIM  OelKam-
TOMOJIOraM yCTaHaBJIMBAJIM C MOMOIIbIO TporpaMmsl blastx» (Apxumnos, 2018).

«Habop mpaitmepoB, cnenu@UUHbIX B OTHOIICHUH IIAJIOTHBIX T'OMOJIOTOB
UCCJIENyEMbIX T'€HOB-MUILIEHENH T€HEPUPOBAIU C MOMOIIbIO MporpamMmel Primer3
v.4.1.0. BpiOop onTUManbHBIX OpaliMEpOB  OCYIIECTBISUIA  METOAOM
MOJMMEPA3HON IIEMTHON peaKIMK 10 KOHEYHOUM Touke» (Apxunos, 2018).

«YPpOBHU MPEACTABICHHOCTH TPAHCKPUITOB, KOJUPYIOMIMX OCIKU-MULLIEHU
B HCCIeayeMbIX obOpasnax, ompeaemsuim MerogoMm [P B peanmpbHOM BpemeHHU;
anroput™m delta-delta CT; kamuOpatop — O€3BUPYCHBIC CESHIIBI IAJIOTA;
Hopmanaiizep — 18S PHK, uto B ycioBusix HaOIOAa€MOro JUHAMHYECKOTO
npouecca  TPAHCKPUIILMOHHOTO  PENpOrpaMMHUpPOBAaHUS  MPEJCTaBIAETCA
ONTUMAaJIbHBIM BEIOOpOMY» (Apxumos, 2018).

«Ammmudukarop — 7500/7500 Fast Real-Time PCR Systems wim
QuantStudio («Applied Biosystemsy, CIIIA), nabop pearearoB SYBR® Green
Reagents (OAO «Cunron», Mocksa)» (Apxunos, 2018).

Pesynbrathl npencraBaeHHbl Ha pucynkax 19-21.
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Log 10 RQ.

Puc. 19. «IIpencraBneHHOCTh TPAHCKPUITOB TeHOB-MapkepoB Pattern-Triggered
Immunity (PTI) B muctbsx (A) u B kopusx (b) pacrenwmii manora (Allium cepa var.
aggregatum G. Don) npu nepcucteHTHON MHpEKIUN X BUPYCOM IIANOTa yepes 2
Henenu nocie Beicanku JykoBuil: RQ — Relative Quantification (u3meneHus B
skcnpeccun MPHK otHocutensHo Benuuunsbl 111 PHK BHyTpeHHEro KOHTpOJIs)»
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Puc. 20. «lIpencraBieHHOCT, TPAHCKPUIITOB TE€HOB-MHUIIEHUN (aKTOPOB
buTOMMMYHHUTETa B HaJ3eMHBIX opraHax pactenmii majiora (Allium cepa var.
aggregatum G. Don) na pa3sbpix craausx uHGeKnr X BUPYCOM miajora: A —
npopocTKU (3 CyTOK Mocje BBICAJAKH JYKOBHI), b — mucTes (2 Hexenu mocie
Bbicaaku nmykoBuil); RQ — Relative Quantification (M3MeHEHHsSI B IKCTIPECCHH
MPHK otHOcutensHo Bennmunsbl Jyisi PHK BHyTpeHHEero koHTposs)» (ApXHUIOB,
2018).
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Puc. 21. «IIpenctaBieHHOCTh TpPAHCKPUIITOB TE€HOB-MUUICHHH (HaKTOPOB
duTonmMmyHuTeTa B KOpHsIX pactenuii manota (Allium cepa var. aggregatum G.
Don) Ha pa3sbix cragusx uHpekuuu X BUPYCcOM Imajora: A - 3 CyTOK mocie
BbICaJKK JyKoBUIl, b - 2 Hemenu mocie Bbicaaku jykoBui; RQ - Relative
Quantification (u3menenus B skcrpeccun MPHK oTHOCHTENBHO BeMMUYUHBI IS
PHK BuyTpenHero koHTpoJsi)» (Apxumos, 2018).
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«Kak crenyeT U3 MoiaydeHHbIX pe3ysbTaToB (cM. puc. 19), B Toil umm uHOM
Mepe BUpYycHas MH(EKIUs BIMUSIET Ha HKCIPECCUI0 BCEX UCCIIEIOBAHHBIX T'€HOB,
OJTHAKO TP STOM BBISBIISICTCS TPYyIIa T€HOB C OYEHb BBHICOKOW PKCIpeccueit U B
JUCTBSIX, U B KOpHIX umHpuuupoBanueix pacrenuit (SOBIR, ARM, PR1, PRS).
CrnenoBaTellbHO, MOKHO czenaTh BbiBOJ, uro XBII B mepmon mHunmMupoBaHuUs
uH(EKINN B3aUMOJIEUCTBYET ¢ KOMIIOHeHTamMu Mmexanusma PTI u B pesymnbrate
UHIYKIUN PTI 3aIycKaeTcs npoiiecc TPaAHCKPHUIIIIUOHHOOTO
pernporpamMmmupoBanus (Apxumnos, 2018).

«Ha HayanpHOM cTaguu HHPEKIMOHHOTO Ipolecca B mpopoctkax (puc. 20,
A) axkTHBHpOBaJlaCh OSKCIIPECCHMHM BCEX TI'CHOB-MUIlIeHeH (Tabm. 12), 3a
uckmodeareM AGO u PIRLy (Apxunos, 2018).

«Yepe3 2 Hegenun HUHPEKUMU CUTyallMsl B LEJIOM HM3MEHsJIach Ha
npotuBonoioxkHyo (puc. 20, b): B 1HCTBAX TMOHABIANIACH AKCIPECCHUS
OOJBIIMHCTBA F€HOB-MUIIEHEHN, B TOM yuciie Bcex ¢akropoB PHK-caitnencunra
(6onee npyrux — 6enkoB-aprouaBToB), Tpex mapkepos PTI, NB-LRR penenrropos
u 6eskoB CBP60g, KOHTPOIUPYIOMINX CUHTE3 CATUITUIOBON KUCIOTH (ApPXHUIIOB,
2018). «Ha moctaTo4HO BBICOKOM YPOBHE TOJICP)KHUBAIACh SKCIPECCUS TOIBKO
ACREI132 (mapkepa PTI), nunua-tpancepHbix O€IKOB U KOMILUIEKCA
TCTP+GRF6» (Apxumnos, 2018).

«B xopusx (puc. 21, A, B) uHruGMpoBaHue KCIPECCUU TEHOB-MUIIICHEH
OTMEYaJli YK€ Ha HaualbHOW CTaIuK HHPEKIIMOHHOTO MPOoIiecca, a Yepes3 2 HeJenu
MOJIaBJICHHOW OKa3bIBaeTCsl yKe OoJbIlas 4acTh TE€HOB-MHILEHEH, MPU 3TOM

skcnpeccusi LTP cHmkanacs He3HaunTenbHO» (Apxumnos, 2018).
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«M3 nmpencraBleHHBIX  pE3yJbTaTOB  CIELYET, 4YTO B  YCJIOBMSAX
nepcucteHTHOM mHpexkuun XBII wHaynupyer B KOPHSAX W JIUCThSAX pacTEHUMN
n30upaTeabHOe M3MEHEHHE SKCIPECCHM PsAfla TeHOB-MHILIEHEH, BKIIIOYas TE€HBI
konupytomue Oenku-mapkepbl PTI, dakroper PHK-caiinmencunra, NB-LRR
peLenTophl, TUIUA-TpaHCc(hepHbIe OENKU, a TaK)Ke OETIKH, MPUHUMAIOIINE yUYacTHE
B perukaiuu Bupyca (TCTP-xommnekc), To ecth XBII unumuupyet
JUHAMHYECKUNA MIPOLECC TPAHCKPUIIIMOHHOTO PENPOrpaMMHUPOBaHUs» (APXHUIIOB,
2019).

«IIpoBeneHHOE UCccien0BaHueE TaK XKe MOKA3aJI0, YTO YPOBEHb JKCIIPECCUU
reHa ARM B uccnenyemoil matocucreMe ObLI CYLIECTBEHHO BBIIIE, HEXEIU B
0e3BUPYCHBIX pacTeHUAx» (Apxumnos, 2019).

«/laHHBI TeH KoaupyeT OeNoK, NPUHHUMAIOLIMK ydacTue B MPOIEccax
antuBnpycHor kcenodarun u PHK-pacnana (RNA-decay), uTo mo3Bosmio Ham
NPEANOJIOKUTh  MHAYUHUPOBAHUE TEPCUCTEHTHOM  BUPYCHON  HMHpeKuuen
IPOLECCOB ayTOparuu U U3MEHEHUI TPAHCKPUIILMOHHBIX MPOTPaMM IKCIIPECCUU
psga ¢daktopoB koHTposisa kadectBa PHK (RQC, RNA Quality Control)»
(Apxwumos, 2019).

«IIponeccrl ayTodaruu, BKIIOYAst MPSIMOE CBSI3bIBAHNE BUPUOHOB M/WIIH X
KOMIIOHEHTOB, BHYTPUKJIETOYHBIN TPAHCIIOPT ATUX KOMIUIEKCOB U UX JeTrpaganus
B JIA30COMAxX, WIPAIOT IIEPBOCTEIIEHHYKD pPOJIb B Pa3BUTHUM AHTUBUPYCHOI'O
MMMYHHOTO OTBETa B JKUBOTHBIX cUcTeMax. B To ke Bpems pakTopsl ayrodaruu,
YYaCTBYIOIIME B AaHTUBUPYCHOM HMMMYHUTETE PACTEHHI, U3yYEHBl COBEPIIECHHO
HeocTaTouHO» (Apxunos, 2019).

«C nppyro#i crtoponsl, B pactenusx PHK-caimencuar u RNA-decay
ABJISIIOTCS.  KJIIOUEBBIMM IPOLIECCAMH, OCYLIECTBIIAIOIIMMU KOJWYECTBEHHBIM U
KAUEeCTBEHHbIM  KOHTPOJIb  MyJa  KIETOYHbIX  HHpopmanuronHeix  PHK.
Bo3HUKHOBEHHE CTPYKTYpPHO WM (DYHKIHOHAIBHO JOedekTHhIX Mojekya MPHK

WHIyLUpPYET mpouecc mnocrrpaHckpuniuonHoro PHK-cannencunra, B TO Xe
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BpECMs1 HOI[O6HBI€ MOJICKYJIbI PACIIO3HAIOTCA W YHHUTOXAIOTCA IIpU Y4YaCTHHU

CJIOXHOTO KoMIuiekca Mexanu3mMoB RQC» (Apxurmos, 2019).

«ITockonbky BupycHbie PHK 0051anatot ps1oM HEOOBIYHBIX, C TOUKH 3PEHHUS

KJICTKH,

CTPYKTYPHBIX OCOOCHHOCTEH,

9T  MOJICKYJIBI

TAKIKC aATaKYIOTCA

mexanusmMamu RNA-decay, mpeacTaBisitonumMu, TaKUM 00pa3oM MOTIIHBIN (GakTop

aHTUBUPYCHOIO NMMYyHHUTETa» (Apxunos, 2019).

«B

JTaHHOU

qaCTu

paboThI

MBI

HCCJICaA0BaAIN

NU3MCHCHMUA

TPAHCKPUIILIMOHHBIX MPOTPAMM SKCIPECCUU KIIIOYEBBIX (DaKTOPOB ayTodaruu u

RQC B ycnoBusix nepcuctenTHoi undexunu XBII» (Apxunos, 2019).

«B Ta6JII/IIIC 15 MpCaACTAaBJICHbI I'CHBI-MHUIICHN M COOTBCTCTBYIOIINC HM

oenku-¢pakrtopsl aytodaruu, B Tabmuie 16 — TreHbI-MUIIEHH, KOAMPYIOIINE

daktopsl RQC» (Apxwurios, 2019).

Tabnuua 15. @akropsl ayTodaruu u npaitMepsl Uil UX AETEKIUU B

pacrenusax mwanora merogom [P B peanbHOM BpeMeHH.

T'enbI- Komupyemsrit 6emok ID tpanckpunTa IIpaiimepsl CTpyKTypa mpaiiMepoB
MUIICHHA A. cepa TSA NCBI
VPS15 | Vacuolar protein sorting- | He BbisiBiieHSI
associated protein 15
ATG 2 Autophagy related protein | GBJZ01171052.1 ATG 2-1-5941 5’-CTGACGACAACTGTTCACCG-3’
2 ATG 2-R-6167 5’-GAACGTGGAAATCGGGGAAG-3’
ATG3 Autophagy related protein | GFAK01032324.1 ATG 3-1-168 5’-TGGAAAGAATGACTGGGCCT-3’
3 ATG 3-R-416 5’-TTTCTCCTCCTGCAGCTTCA-3’
ATG4 Autophagy related protein | GBRQ01109808.1 ATG 4-L-617 5’-GTGATGTTGGATGGGGATGC-3”
4 ATG 4-R-814 5’-GTTGCCCAGCTTGTACCAAA-3’
ATG5 Autophagy related protein | GBRN01043093.1 ATG 5-1L-104 5’-CACTACTCTTCCTCCTCCGC-3’
5 ATG 5-R-315 5’-AGGGTCTTTCAGGTTCTGCA-3’
ATG 6 Autophagy related protein | GETF01033334.1 ATG 6-L-324 5’-CGTGTTACCTCATGACGCTG-3’
6 (Beclinl) ATG 6-R-481 5’-CCTGTGTTTGGGAGGTAGCT-3’
ATG 8a | Autophagy related protein | GETF01010403.1 ATG 8a-L-116 5’-GGAGCGACATACCTGACATTG-3’
8a ATG 8a—R-279 5’-AGACATCATGGCAGCTGTTG-3’
ATG9 Autophagy related protein | GBR0O01033586.1 ATG 9-1-2592 5’-CTTCCTCTTTTGGGCAGCAG-3’
9 ATG 9-R-2820 5’-AATAGCCCACTCCCTTGACC-3
PI3K Phosphatidylinositol 3- GETF01037631.1 PI3K —L-2105 5’-CAAAACCCTTTCCACCACCC-3
kinase PI3K —-R-2272 5’-AGCCCGCCATCAAAGAAAAG-3’
UBQ11 | Vo6ukBuTHH JR850432.1 UBQ11-L-290 5’-TACTGCAACCACCACGAAGA-3’
UBQ11-R-545 5’-GTTCTGAGGCTTAGGGGAGG-3’
NBR1 Kapro-peuenrop B GBRNO01003325.1 NBR1-L-2239 5’-TTCAGATGCGCTTCCTAACA-3’
CEJICKTHBHOM ayTodaruu NBR1-R-2430 5’-AGAGGGTCCCATTCAGCAAA-3°
TRIM41 | tripartite motif-binding GBRNO01073137.1 TRIM41-L-591 5’-TGCAGCTCAAACACAAACGA-3
protein 41 TRIM41-R-807 5’-ACTCCCACTTTCATTGCTTTGT-3
TRIMS5a | tripartite motif-binding GBGJ01000326.1 TRIMSa—L-222 | 5>-GTTTGACCTTTGCTTGCCCT-3’
protein 5a TRIMS5a—R-376 | 5>-TTTTGTACGACAGTTGGGGC-3”
MAPK stress-activated mitogen- | GETF01030019.1 MAPK -L-710 5’-CGGCAATTGATGTCTGGTCA-3’
activated protein kinase MAPK —R-946 5’-TAGCTGCTGGTTGGACATGA-3’

148




masiora Mmetoaom [P B peansHOM BpemeHM.

Ta6mumna 16. ®dakropel RQC u npaiiMepsl 111 UX IETEKIUU B PACTCHUSAX

I'en OyHKIMA KOAUPyeMOoro Oemnka ID Tpanckpunros Ipaiimep IocnenoBaTenbHOCTD
A. cepa TSA NCBI

RRP41 | 3'-5-exoribonuclease. Involved in 3'-5'- GAAN01015296.1 RRP41-1-222 5’-CACTGCAGTTCCCACATCAC-3’
exoribonucclease activity, RNA binding; RRP41_R_413 5" CCTAAGAAAAGCCGGTCTGC-3
RNA processing

RRP42 | exosome complex RNA-binding protein GAA001016674.1 RRP42-1-336 5’-GAGCTCTCTTCATCCCGACA-3’

RRP42-R-509 5’-GAAAGATCAAGCCCAGCACC-3’

RRP43 | exosome non-catalytic core subunit. GAAN01010365.1 RRP43-1L-976 5’-GCTCATAAAAGGGAAGCGGG-3’
Invalved in 35" RNA processing and RRP43 R 1184 | 5-CATCATCGGCTCATCCTTGC-3’
degradation in both the nucleus and the
cytoplasm.

RRP40 | Ribosomal RNA processing Exosome GETF01022424.1 RRP40-L-315 5’-GCCCGTACTTGCATTTGAAG-3’
complex exonucclease. The exosome plays RRP40_R_542 5 ACTGGACATGTTGGTGAGCT 3
a central role in 3' to 5' RNA processing
and degradation.

RRP6 exosome complex exonuclease GFAKO01071797.1 RRP6-L-50 5’-GAAAGCTCGATCTCATGGCG-3”

RRP6-R-235 5’-TCCGACAAAGATCCATGCCT-3’

CSL4 complex RNA-binding protein GBRQ01072570.1 CSL4-L-740 5’-CTTTGCCAGCGATGATTTGC-3”

CSL4-R-969 5’-TCGCTCTCTGTTGGACCAAT-3’
DCP1 mRNA decapping protein GAAN01021809.1 DCP1-L-713 5’-ACCAGCACCTTCTTACCCAA-3’

DCP1-R-867 5’-TAACAAGGTTCGTCGCATGG-3”
DCP2 mRNA decapping protein GETF01027086 DCP2-L-741 5’-CCATCCTCCTCCAGTAGCTC-3’

DCP2-R-970 5’-AGTTGGCAGCAAAAGCAGTT-3’

SGS3 Suppressor of gene silencing 3 Including: GETF01032354.1 SGS3-L-241 5’-ACAAGGGGAACACGAAGAGT-3’

XS zinc finger domain; XS domain;

TATA Binding Protein (TBP) Associated

Factor 12 (TAF12) is one of several TAFs SGS3-R-414 5’-AACCATCACCATAGGAGGCC-3’
that bind TBP and is involved in forming

Transcription Factor IID (TFIID) complex

Required for posttranscriptional gene

silencing and natural virus resistance

XRN3 | 5'-3"exoribonucclease 3. XRN3 acts as a GFAKO01072575.1 XRN3-L-3050 | 5’-CTGTAGCTGGGCCGTATGTA-3’
suppressor of posttranscriptional gene
silencing/ Involved in mRNA processing;
miRNA catabolic process; negative XRN3-R-3249 | 5-GCCACGATTTGATCCACCTC-3’
regulation of posttranscriptional gene
silencing; nuclear polyadenylation-
dependent rRNA catabolic process; rRNA
5'-end processing.

XRN4 | 5'-3'exoribonucclease 4. Involved in the GBRNO01015228.1 XRN4-L-2182 5’-TCCTCGCCGTCATCAACATA-3’
ethylene response. Endogenous suppressor XRN4-R_2367 | 5-TGTGATGCTTCGCCTAGGAT3’
of posttranscriptional gene silencing.

UPF1 Regulator of nonsense transcripts GBRQ01034547.1 UPF1-L-308 5’-ATTTCCCACCCTTTCCCAGT-3’

UPF1-R-510 5’-ACTCAGATCCATCGTCCGTC-3’
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«OO0pa3ipl IPOPOCTKOB M JHMCTheB pactenuii majnora (Allium cepa var.
aggregatum G. Don) pa3sMHOXEHHBIX B YCJIOBHUSX IEPCUCTCHTHOM HH(EKIUU
XBII otbupanu uepe3 5, 15, 25, 35 u 50 guell mociie BBICAAKU JTYKOBHI[»
(Apxumos, 2019).

«ITouck HYKJIEOTUIHBIX MOCIEAOBATENBHOCTEN, KOAUPYIOIIUX TOMOJIOTH
BbIOpaHHBIX T€HOB-MHUIIEHEH, B TPAHCKPUIITOME HambOojee ONMU3KOro K MIANoTy
BUJa A. cepa L. mpoBouiM ¢ ucnosb3oBaHuEM MporpaMmal tblastn u 6a3bl TaHHBIX
TSA (Transcriptome Shotgun Assembly, NCBI,
https://www.ncbi.nlm.nih.gov/genbank/tsa/)» (Apxwurmog, 2019).

«CooTBeTCTBUE OOHAPYXKEHHBIX TPAHCKPUIITOB HUCKOMBIM  OelKam-
TOMOJIOraM yCTaHaBJIMBAJIM C MOMOIIbIO TporpamMmsl blastx» (Apxumnos, 2019).

«Habop mpaitmepoB, cnenu@UUHbIX B OTHOIICHUH IIAJIOTHBIX T'OMOJIOTOB
UCCJIENYEMbIX T'€HOB-MUILIEHEH T€HEPUPOBAIU C MOMOIIbIO MporpamMmel Primer3
v.4.1.0. BpiOop onTUMaibHBIX OpailMEpOB  OCYIIECTBISUIA  METOAOM
MOJMMEPA3HON IIEMTHON peaKlMK 10 KOHEYHOUM Touke» (Apxunos, 2019).

«YpOBHU NPEJICTABIEHHOCTH TPAHCKPHUIITOB, KOJUPYIOMIMX OCIKH-MUIIECHU
B HCCIEAyeMbIX obOpasnax, ompeaemsuii MetogoMm [P B peanbHOM BpemeHH;

anmroput™m delta-delta CT; kamuOpatop — Oe3BHpPYCHBIC CESHIIBI IIIAJI0OTa;
Hopmanaizep — 18S PHK» (Apxunos, 2019).

Ha pucynke 22 mpencraBieHbl — OTHOCUTEIbHBIC YPOBHH JKCIPECCUU
dakTopoB ayrodaruy, Ha PUCYHKE 23 — OTHOCUTEIbHBIE YPOBHHU DKCIPECCUU

¢daktopoB RQC B MUCThSIX UHPUIIMPOBAHHBIX PACTEHUI 1IANOTA.
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e P 0,34 0,333 0,341 -0,663 0,192
TRIM4L1 0,115 0,053 -0,027 0,283 0,074
e TRIMS t 0,089 0,186 0,122 0,244 0,001
MAPK 0,297 0,334 0,468 0,726 0,472
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Puc. 22. «OTHOCHTENBHBIE YPOBHHU JKCIpeccuu (PaKkTOpOB ayTodaruu B JIUCTHIX

pactenuii manota nHGuMpoBanHeix XBIII: A — NBR1, ATG 3-6, 8a; b — ATG2
& 9, PI3K, TRIM41 & 5alpha, MAPK. Ha ocu abcuucc yka3aHbl JHH IOCIC

BbIcasiku JtykoBuil. RQ: Ralative Quantity» (Apxumnog, 2019).
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Puc. 23. «OtHOCuTEnbHBIE YpOBHH OJKcrpeccuu (akTtopoB RQC B nHCTBAX

nHUIMPOBaHHBIX pacTeHui mamota: A — RRP 6, 41, 42, DCP 1 & 2, XRN4;
b — RRP 40 & 43, CSL4, SGS3, XRN3, UPF1. Ha ocu abcrucc yka3aHbl JTHH

nocJie Beicaaku JykoBuIl. RQ: Ralative Quantity» (Apxumnos, 2019).

152



«Haunbonee BbIpaKEHHBIM PE3YyJIbTATOM H3MEHEHHUSI TPAHCKPUIIIMOHHBIX
porpamm sKcrpeccuu (HakTopoB ayTodaruu B UCCIEIyEMON CUCTEME SIBIISIETCA
CYILIECTBEHHOE yBenuueHus dkcrpeccun Atg8a u NBR1 — kintoueBbIX gakTopoB
dbopmupoBanus ayrodarocom» (Apxurmos, 2019).

«Taxxe HaOmIOIaeTCs CyIIECTBEHHOE YBEIMYEHHE YPOBHEH 3KCIPECCHH
nexanupyroniero gakropa DCP1 u XRN4 (5°-3” — sk3opuboHykiieasbl) (hakropa,
NPUHUMAIOIIETO yJacThe B peanusanun MexaHuzMoB RNA-decay» (Apxwurmos,
2019).

«XRN4 mnpexacrasisier coO00d MOIIHBIA 3HAOTeHHBIM cynpeccop PHK-
CallIEHCUHTIa, MPU 3TOM 3KCIPECCUsl KIACCHYECKOTO HIHIAOI€HHOIO Ccympeccopa
cauneHcuHra — SGS3, mocne HE3HAYUTENIBHOTO TOBBIIMIEHUS, CYIIECTBEHHO
nojasisiercs. OIHOBPEMEHHO HAOJIOJACTCsl PE3KOE IMOAABICHUE SKCIPECCUU
CSL4 — 3'-5' — sk3opubOHyKiI€a3pl, B HUTOMIA3ME 3TOT (DaKTOp y4acTBYeT B
npoiiecce cuenuduueckoi aerpagannu moiekyi MPHK, cogepsxkarmx ARES (AU-
rich elements) B coctaBe 3'-HeTpaHCIMPYEMOi TTOCIEAOBATEIBHOCTHY (APXUIIOB,
2019).

«YpoBenb skcnpeccunn UPF-1-PHK-xenukaszusii  komrmiekca (UPF-1
MHTEPAKTOM) YYaCTBYIOILIETO0 B peanu3auumud ogHoro u3 mexanusmMoB RQC, a
UMCHHO HOHCEHC-omocpenoBaHHoro pacrmaga PHK (nonsense-mediated decay
(NMD)) nuib B HE3HAUMTEIbHOW CTENEHU MOJABEPTacTCsl BJIMUSHUIO BUPYCHOMU
uHpexnun» (Apxunos, 2019).

«Ilo-BumuMoMy, B TIpoIlecCe TMEPCUCTEHTHOM BHUPYCHOM WMHQEKIINH
xapaktep  okcnpeccun  UPF-1-PHK-xenukaznoro — kommiekca  (UPF-1
WHTEPAKTOMa) KaKiM ObI TO HU OBLIO KOPAWHAIBHBIM 00pa30M HE U3MEHSETCS, 3a
UCKIIIOUCHUEM YHHMBEpCAIbHBIX Aexdnnupyonmx (akropos DCP1 u DCP2,

y4acTBYHOIIMX BO Bcex nporeccax RQCy» (Apxurnos, 2019).
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«Ha ocHOBaHMH NPEICTABICHHBIX PE3YJbTATOB CJIIENIaH MPEABAPUTEIbHbBIN
BBIBO/JI, COTJIACHO KOTOPOMY B HCCIEAYE€MOW IMAaTOCHCTEME MPOLECC nonsense-
mediated decay (NMD) mubGo He mpuUHMMAaeT ydacTus B PACMO3HABAHUU U
nerpananuu BupycHsix PHK, nu6o ero yuactue He TpeOyeT yBenuyeHus: ypoBHEH
AKCIPECCUU AIEMEHTOB ATOTO KoMIUIeKca» (Apxumnos, 2019).

«B  mpomecce  JAaHHOTO  HMCCIENOBAaHHWS  ObUIM  OOHApPYXKEHBI U
UICHTU(GUIMPOBAHBl ~ TPAHCKPHUIITHI, KOJUPYIOIIME KOMIUIEKC  (PaKTOpoB
ayrodaruu 1 RNA-decay B pacTeHHsIX IIaj0Ta, CO3/]aHa CUCTEMa CIEITU(PUICCKIX
IIpaiiMePOB, MO3BOJSIOIINX ONPEAENATh YPOBHU MPEICTABICHHOCTH YKa3aHHBIX
TPAaHCKPUIITOB-MUIIEHUI METOJOM IOJIMMEPA3HOM LIEMHONW PEaKUUH B PEATBHOM
BPEMEHHU, OIpPEAEIICHbl YPOBHU MPEICTABIEHHOCTH TPAHCKPUIITOB, KOJUPYIOIIMX
0azoBble (¢akropbl aytoarum u RQC Ha pasHbIX 3Tamax NEPCUCTEHTHON
BUpYCHOU HH(pekuuu manotay (Apxunos, 2019).

«Pe3ynbTaThl, NOJly4eHHBIE B HACTOSALIEH pabOTe, CBUAETEIBLCTBYIOT O TOM,
YTO TOJEPAHTHASI PEAKUUs PACTEHHH IIAJOTa B YCJIOBHUAX IEPCUCTEHTHOU
BUPYCHOW HMH(PEKUUH CHEHUPUYECKUM O0pa3oM COMpsKEHA C H3MEHEHUSIMU
TPAHCKPUIILMOHHBIX MPOrpaMM HKCIpeccUHd 0a30BbIX (PAKTOPOB BPOXKIECHHOU
MMMYHHOI cucteMbl. B pesynbTaTe peanu3aluy peLENnTOPHBIX W CUTHAIBHBIX
GbyHKUMA, npucymmx (pakropamMm GUTOMMMYHHUTETA, B PACTEHHUSIX AKTUBUPYIOTCS
MHOTOYHMCJICHHBIE M pPa3HOOOpa3Hble MMMYyHHbIE peakuuu, B To yucie PHK-
caitnieHcuHr, Mmexanu3Mbl ayrodaruu 1 RQC. Mebl nonaraem, uro uaaykuus PTI u
OOYyCJIOBJIGHHOE J3THUM TPAHCKPUIILIMOHHOE PENpPOrpaMMHUPOBAHHUE SBIISIOTCS
MexaHnuzMamu, oorumu st Becex PHK-coneprkamux Bupycos» (Apxunos, 2019).

«lanpHenmmue HCCIIEIOBAHUS MOJIEKYJISIPHBIX MEXaHU3MOB,
00yCIIOBJIMBAIOIINX COCTOSIHUE TOJIEPAHTHOCTH PACTEHHUM K BUPYCHOU MH(DEKIINH,
MO3BOJISAT BBIACHUTH, KAK 3TH MPOLIECCHl MOTYT OBITh MEPENpOrpaMMHUPOBAHBI C
HEeIbl0  KOHCTpyUpOBaHMS  (OpM  C.-X.  PACTEHHMM, HAXOASIIMXCA  BO
B3aMMOBBITOJIHBIX CUMOMOTHYECKHMX OTHOIICHUAX C HWHOUUIUPYIOMUMU HX

Bupycamu» (Apxunos, 2019).
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5. Penpoaykmus X BUpyca 1IaJ0Ta B YeCHOKeE

B Poccuun npoaykTuBHas penpoaykius X BUpyca IIanoTa, HaOIoaanach
TOJIBKO B pacTeHusx yka-manorta (Vishnichenko et. al., 1996) u B nuteparype He
BCTpeUaaoch coodiieHuit o pernpoaykiuu XBII B MHBIX BUgaX pacTeHH.

Opnnako B mociegHee BpeMs C PAa3BUTHEM TEXHOJOTMH, COOOHIAeTCs O
penpoayknun XBII, B wactHOoCcTH B JIyke perryaToM, B Cymane (K Hamed et.all.,
2012). Takum 0Opa3oM MPEACTABIACTCS MHTEPECHBIM BO3MOKHAS JETCKIUA X
BUpYCa IAJI0Ta B pa3IUYHbIX BUaax poga Allium.

B HacTosIieM MCCIIEOBaHUU IPEACTABICHBI JaHHBIE, NOATBEPKAAIOLINE
Hamure BUpuoHoB XBIII B yecHOKe.

JIucTes TpuALaTH 00pa3loB pacCTEHUH YECHOKA, Kak OeccuMnToMHBIX (10),
TaK U C SBHO BbIpaKEHHbIMH cuMOTOMamMu (20) (XJIOpOTHYECKHE MOJOCHI U
CKpyuyHMBaHHE JHUCThEB), ObUIM coOpanbl B wutone 2015 roma B
CEJIbCKOXO3SIICTBEHHBIX TMocaakax Auay3u, mnpoBuHius Yumbopaco (Alausi,
Chimborazo Province). CemHagnaTe U3 TpUAUATH OOpa3IOB YECHOKA,
npotectupoBaHHbix MetogoM Conauu-ELISA  (double antibody sandwich
ELISA) ¢ wucnons3oBanuem antuten k ShVX (DSMZ AS-1042), nmokazanu
MOJIOKUTENbHYIO PEaKLUI0, MPU 3TOM TPUHAALATH OOBEKTOB M3 0OOpPA3LOB C
nonoxkurenbHou peakurel ELISA noka3piBany n3Ha4aIbHO CUMIITOMBI BUPYCHOM
uHDEKIuY.

N3 100 mMr mucroBoro marepuana AECATH PACTEHUM, ONPEACIICHHBIX Kak
3apaXEHHbIE MPEABIAYIIEM METOAOM, BblACIsUIM  ToTambHyro PHK ¢
UCIIOJIb30BaHUEM MoupuimpoBanHoro npotokoisa Trizol (Invitrogen, CIIIA) u
a"anusupoBayi MetooM OT-TTLP na Hamuyre reHoma ShVX.

I[Ipu mocranoBke [ILP wcnosnb30BaNnuCh BBIPOXKACHHBIE MPalMEPbI
(Majumder et. al., 2007):

IAV-F: 5'-CYGCTAAGCTATATGCTGAARGG-3'
IAV-R: 5-TGTTRCAARGTAAGTTTAGYAATATCAACA-3"

bbbt monmyyeH aMIIMKOH 0XKujlaeMoro pasMepa okoiio 200 map ocHOBaHUM.
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JonosautensHyo aerektupyromyto [P npoBoauim ¢ ncnonap3oBaHUEM
CUKBEHC-CIEIIU(PUYECKUX TpaiiMepoB, pa3paOOTaHHBIX I aMIUIMpUKAIn
dbparmenTa, pazmepoMm okosio 910 map ocHoBanuit SHVX, BKIIOYaromero rexH
oenka odonouku (Perez-Egusquiza et al., 2009):

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

AMIUTMKOHBI ObUTH HEMOCPEICTBEHHO CEKBEHUPOBaHbI U3 npoayktos [11[P
U AenoHupoBanbl B renoank (KY012791).

DkBagopckuii n30aaT ShVX mokaszan 94% HAEHTUYHOCTh HYKJICOTHIHOM
MOCJIeI0BAaTEILHOCTH ¢ poccuiickum u3osisitom SHVX (JX310755.1) u ot 92 no
94% c HoBo3enanackumu m3oasTamu ShVX (EU835197.1, EU835196.1).

Hcxons u3 mOMydeHHBIX PE3yJbTAaTOB BIEPBBIE B MUPOBOW JIUTEpATypE
noaTBepxkAcHO npucyrtcrBue XBII B DkBamope U €ro penpoayKiuu B MECTHBIX

CEIBCKOXO3SIMCTBEHHBIX KYJIbTypax 4€CHOKA.
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3AK/TIOYEHHUE

OcHoBHas 11e1b pabOTHI COCTOSIa B UCCIEAOBAaHUM BIUSHUS MHGEKIMU X
BHpYyCa IIAJIOTa HA MEXaHU3Mbl HMMYHHOM CHCTEMOM PACTEHHs XO34MHA, YTO B
CBOIO Ouepelb BBHI3BAIO HEOOXOJUMOCTh PACHIUPHUTH 3HAHUS O HEKOTOPBIX
OCOOCHHOCTSIX MOJEKYJSIpHOH Owmosormn X BHpyca IIajioTa: XapakTepa
DBOJIOLIMOHHBIX MW3MeHeHuHM reHoma XBII B pe3ynbraTre IIMTEIbHOU
PENpOyKIUA B  YCIOBUSX MOHOMH(EKIMH, MPUPOILI  MOJEKYJISPHBIX
MEXaHHU3MOB, TO3BOJISIOIINE BUPYCY PENPOAYLIMPOBATHCSA, B PACTCHUU-XO3SHHE,
n30erasi BO3/IEUCTBUS aHTUBUPYCHOTO (PUTOMMMYHHUTETA, U BO3MOKHOM BHI0BOM
pazHooOpa3uu pactenuii-xo3seB s XBIII B ienom.

HaGnrogaemoe, B X0/1€ HACTOAIIErO HMCCIEIOBaHUA, pa3Inyue ypOBHEU
HAaKOIUICHWs MyTallMd B pasHbIX panoHax reHoma XBIII nokassiBaer, 4TO
dbyHkImoHanpHble Moayiau BupycHoro PHK-renoma MoryT ucCHBITHIBATH
HEOJMHAKOBOE  JIABIICHHE €CTECTBEHHOro oOTOOpa M, Kak CIEJCTBHE,
HBOJIIOLIMOHUPOBATh C PA3HOW CKOPOCThIO. TakuM 00pa3oM paziuuus MEXIy
POJIMTENBCKUM BBIJICICHHBIM M3 copTa 'larap" W HCCIEAyeMbIM JIOYEPHHUM
uzonsitamu XBII, penpomyrmupoBaBiiemcs: B cenekiimoHHoM obpasme Ne 803,
ABJISIIOTCS PE3YJIBTATOM 1Al TAIIMOHHBIX U3MEHEHUH, POU30LIEAIINX B BUPYCHOM
T€HOME B pe3yJbTaTe [JIMTENIbHOW PENnpoayKUHUH B YCIOBHSIX MOHOUH(EKIHUU.
[TpuunHOM HAOIIOJaEMBIX U3MEHEHU, BEPOATHO, SBIIACTCS aJanTaius K HOBOMY
PaCTEHUIO-XO3HHY.

UccnenoBanne  BO3MOXKHOW ~ CYNPECCOPHOW  aKTUBHOCTH  OEJIKOB
komupyeMbix 3'-obnmacteio XBIII mo3Bommiio caemath BbIBOH, 4TO X BHUPYC
1aj0Ta, NO-BUAUMOMY, PENPOIYLUUPYETCS B PACTEHHUAX IIAJIIOTA B OTCYTCTBUHU
COOCTBEHHOTO0 aKTHUBHOTro Oemnka-cympeccopa PHK caiinencunra, BeposiTHO
MOJIABJISISL WJIA U3MEHSISI DKCIIPECCUIO0 T€HOB AaHTUBUPYCHOTO (DUTOMMMYHUTETA, C
ITOMOUIBIO HMHOT'O MEXaHHU3Ma, HaIrpuMmep TPAHCKPUIIIMOHHOTO

penporpaMMUpOBaHUSL.
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Tak, B JaHHOM HCCIIEIOBAHMS BIIEPBBIE MPEJICTABIECHBI J10KA3aTEJIbCTBA
DKCOPECCMU B PACTEHHSIX IIAJIOTA HYKICOTUIHBIX IOCIEA0BATEIbHOCTEM,
KOJUPYIOIHUX TPH JOMEHa pasIW4HbIX mgaiicep-mogoOneix OenmkoB m PHK-
3aBucumort PHK-nionmMepaspl, TpaHCKpUITLKS KOTOPBIX, KAK YCTAHOBJIEHO B XOJIE
HACTOSIIIEH paboThl, MOJHOCTHIO MOJABISETCA B KOPHSIX PACTEHUH MIANOTa B
yCoBHsIX niepcucteHTHOU nHpekmun XBIII.

[IpencraBiieHHbIE JaHHBIE TO3BOJISIIOT CAENIATH BBIBOJI M O BBICOKOW CTEIIEHH
JIMBEPTreHIIMK Jancep-mogoOHbIX OENKOB apabujorncuca W psaa APYyruxX BHUJIOB
otHocutenbHo Allium cepa var. aggregatum G. Don.

Tax ke rmoy4eHHbI€ B HACTOSIIEH paboTe pe3ybTaThl CBUIETEIHLCTBOBAIIH,
yto uHpexnusa XBII, Bauser u Ha Hecnenuduyeckre GakTOpbl aHTUBUPYCHOTO
UMMYHUTETA, B YaCTHOCTH JIUITH/I-TIEPEHOCSIINNA OEIOK.

Mpbl NpeAnoaoXKUiIu, YTO MEXaHU3MOM, B PE3yJbTaTe KOTOPOrO MOTYT
M30MpaTENbHO HM3MEHATHCS YPOBHU HKCIIPECCUU 3HAYMUTEIBHOTO psija TEHOB,
KOJIUPYIOMHUX (DAKTOPHI aHTUBUPYCHOTO (UTOMMMYHHUTETa M TaKUM O0pa3om,
criocoOcTBytomuM penpoaykuuu XBII B oTCyTCTBHE akTHBHOTO Oeika-
cylpeccopa,  MOXET  fABIATbCA  CHEHU(PHUUECKOe  TPAHCKPUIIIMOHHOE
penporpammupoBanue ooyciosiiennoe PTI (Pattern-triggered immunity).

[TokazaHo, 4TO B ycnoBusix nepcucteHTHON nHdexunu XBIII nnnynupyer B
KOPHSIX U JINCThAX PACTCHUI N30upaTeibHOE U3BMEHEHHUE KCITPECCUH PsiJia TEHOB-
MUIIEHEH, BKIIIOYasi reHbl, Koaupytomue oenku-mapkepsl PTI, daxropsr PHK-
caitnencunara, NB-LRR penentopsl, munua-tpancdepHbie Oeku, a Takke OCIKH,
npuHuMaroiue yuactue B perunkanuu supyca (TCTP-kommiekc) To ects XBIII
WHULIMUPYET JTUHAMUYECKUM npoiiecc TPAHCKPHUIIIITUOHHOTO

pernporpaMMHUpPOBaHUSL.
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IIepBocTeneHHYO pOJIb B Pa3BUTUM AaHTUBUPYCHOTO UMMYHHOT'O OTBETA B
KUBOTHBIX CHCTEMax WIrPAalOT TMpoOIEecChl ayTodaruu, BKIOYas MPsMOe
CBSA3bIBAHUE BUPUOHOB U (MJIM) UX KOMIIOHEHTOB, BHYTPUKIETOUHBIA TPAHCIOPT
ATUX KOMIUIEKCOB M WX Jlerpajanus B jJu3ocoMmax. B To ke Bpemsi (akTopbl
ayroparud y4yacTBYIOIIME B aHTUBUPYCHOM HMMYHHUTETE€ DPACTEHUN H3yUYEHBI
COBEPLIEHHO HEAOCTATOYHO.

C apyroii cropossl, B pacteHusx PHK-caitnencunr u RNA-decay siBnsrorcs
KJIIOUEBBIMA  TPOLECCAMH,  OCYIIECTBISIIOUIMMU  KOJIMYECTBEHHBI U
KaueCTBEHHbIH  KOHTPOJIb  IyjJa  KJIeTouHbIX uHpopManuoHHeix PHK.
Bo3HUKHOBEHHE CTPYKTYPHO WM (PYHKIMOHANBbHO JedeKTHbIX Mojekysn MPHK
MHIYLUPYET mpouecc nocrrpaHckpunuuonHoro PHK-cainencunra; B 1O ke
BpeMsl TOJOOHBIE MOJIEKYJIbl PACIO3HAIOTCS U YHUUYTOXKAIOTCA MPH Y4acTUU
CJIO’)KHOT0 KoMIUIekca MmexaHu3MoB KoHTpoJist kadyecTBa PHK (RQC, RNA Quality
Control).

ITockonbky BupycHbie PHK 061anaroT psimomMm HEOOBIYHBIX, ¢ TOYKH 3PCHUS
KJIETKH, CTPYKTYPHBIX OCOOEHHOCTEH, ATH MOJEKYJbl TaKXKe aTaKylTcs
MexannzMamu RNA-decay, mpeacTaBisiroluMH, TaKUM 00pa30M MOIIHBINA (haKTop
aHTUBUPYCHOI'O UMMYHHUTETA.

[Ipeanonoxurensho, nudexuus XBII nanynupyer npouecchkl aytodaruu
U M3MEHEHUM TPaHCKPUIILIMOHHBIX MPOrpaMM JKCIpPECCHH psaa (PakTopos
koHTpoJist kauectBa PHK (RQC, RNA Quality Control) B manore.

B namewm uccnenoBanuu: (1) Obutn OOHAPY)KEHBI U UACHTU(DUIIMPOBAHBI
TPAHCKPUNITHI, KOAUpYIomure KoMmIuieke (akrtopoB aytodaruu u RNA-decay B
pacTeHUSX manaora, (2) co3/laHa cucreMma crienupuIecKux
IpaiiMEPOB,O3BOJISIIOIINX ONPEAEATh YPOBHU IPEACTABICHHOCTH YKa3aHHBIX
TPAHCKPUNITOB-MUILIEHUA METOJAOM ITOJIMMEPA3HOU LIENTHOM PEAaKLUU B PEaJIbHOM
BpeMeHH, (3) onpeneneHbl YpPOBHM MPEACTABICHHOCTH  TPAHCKPUIITOB,
Koaupyrommx ©6aszoBbie ¢akrtopbl aytodparum um RQC Ha pa3HbIXx 3Tamax

NEPCUCTEHTHOW BUPYCHOM MH(PEKIUU 1IAT0TA.
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Pe3ynbrathl, nomyyeHHbIE B HACTOSLIEH paboTe, CBUIETEILCTBYIOT O TOM,
YTO TOJIEpAHTHAsl peaKUus PACTEHUW IIaJIOTa B YCIOBHUSX IEPCUCTEHTHOU
BUPYCHOW HMH(EKINHA CHEIU(PUISCKUM 00pa3oM COMpsDKEHA C W3MEHEHUSIMU
TPAHCKPUIIIMOHHBIX MPOrpaMM 3KCIpeccuu 0a30BBIX (HDaKTOPOB BPOXKICHHOM
MMMYHHOU CHCTEMBI.

B pesynprate peanmzanuyd peHENTOPHBIX W CUTHAIBHBIX (PYHKIIUH,
npucymux  ¢akropam  (GUTOMMMYHUTETa, B PACTCHHUSX AKTUBHUPYIOTCS
MHOTOYHUCJIEHHbIE M pa3HOOOpa3Hble MMMYHHblE peakuuu, B To uucie PHK-
caitieHcHHT, MexaHu3Mbl aytodaruu u RQC.

Mb1  monaraem, uyto wuwHAaykums PTl wm  oOycimoBieHHOE ATUM
TPAHCKPUIIIMOHHOE PENPOrpaMMUPOBAHUE SIBIIAIOTCSA MEXaHU3MaMH, OOIIKUMHU
1751 Bcex PHK-conepskamux BUpyCOB.

JlanpHEeNIMEe UCCIECIOBAaHUSA MEXAaHU3MOB MOJIEKYJSIPHBIX IPOLIECCOB,
00yCIIOBIMBAIOIIUX COCTOSIHUE TOJIEPAHTHOCTH PACTECHUHN K BUPYCHOM MH(DEKIINH,
MO3BOJIST BBIICHUTH, KaK 3TH MPOLIECCHI MOTYT OBITH MEPENpPOrpaMMHUPOBAHEI C
IEIbI0  KOHCTpyHpoBaHus  (oOpM  C.-X.  pacTeHWH, HaxOMISIIMXCS  BO
B3aMMOBBITOJIHBIX CUMOMOTUYECKUX OTHOLICHUSX C HHPUIUPYIOIMIUMHA HX
BUPYCaMHU.

B Poccun npoaykTuBHas penpoayKius X BUpyca LIanoTa, HaOIroaanach
ToJbKO B pactenusix Allium cepa var. aggregatum G. Don u B nurteparype He
BCTpEUaIoch coolieHuit o pernpoaykiuu XBII B UHBIX BUaIaX pacTEHUM.

B mHamem wuccienoBaHMM NPEACTABICHBI JTaHHBIE, MOATBEPKIAOLINE
Hasimure BUpMOHOB XBIII B MECTHBIX CENBCKOXO3MCTBEHHBIX KYJBTYPaX YECHOKA

B DKBaJIOpe€.
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BbIBO/IbI

1. Ycranosneno, uyto (pyHKuHOHaNBHBIE MOIyU BupycHoro PHK-renoma
XBII MOryT UCHIBITHIBATh HEOJMHAKOBOE JABJICHUE €CTECTBEHHOTO 0TOOpa U, Kak
CJIEICTBUE, DBOJTIOLMOHUPOBATH C PA3HOM CKOPOCTBIO.

2. CpaBHeHHE TIOJIyYEHHOM mocienoBarenbHocTn TeHoma XBII ¢
OIMyOJIMKOBAaHHOM paHee IMOCJIeI0BATEIbHOCTBIO  POIAUTEIBCKOTO  H30JIATA,
IIOKA3aJI0, YTO PA3JIMYMs MEXKAY POIUTEIBCKUM U AodepHUM m3ossitaMu XBIII
SBJIAFOTCS PE3YJIbTATOM aIalTALIMOHHBIX U3MEHEHHM, IPOU3O0IIECAIINX B BUPYCHOM
TE€HOME.

3. Iloka3zano, uro XBIII, no-BuauMoMy, penpoayuupyeTcs B pPacTEHUAX
11ajoTa B OTCYTCTBUM COOCTBEHHOTO akTUBHOro Oenka-cymnpeccopa PHK
CalJICHCHHTA.

4. ITpu uccrnen0BaHuH! JIOKAJIBHOTO CAJIEHCHHIa YCTaHOBJIEHO YTO, HU OJVH
u3 npotecTupoBaHHbIX 0eakoB XBIII He o0namaer cynpeccopHoOil aKTHBHOCTBIO.

5. B akcriepuMeHTax no u3y4eHHI0 CHCTEMHOTO CalJIEHCUHTA ITOKA3aHO, YTO
B OTJIMYKE OT CBOMX IMOTEKC- U KapiaBupycHoro romoiioros, TGBp1 6enox XBIII
(ORF2) ne unrubupyer takxe u cucreMubiii PHK - caiinencunr.

6. BriepBble MNpEeACTaBIEHO A0KAa3aTEIbCTBO SKCIPECCHH B PACTEHUSX
IaJI0Ta HYKJICOTUAHBIX IIOCJIENOBATEIBHOCTEN, KOIUPYIOIIMX TPU JOMEHA
pa3nuyHbIX Aaiicep-noao0HbIx 6enkoB, PHK-3aBucumyro PHK-nmonmumepasy u 18s
PHK.

7. llpencraBieHHbIE JaHHBIC YKa3blBAlOT HA BBICOKYIO CTEIEHb
JMBEPreHINK Jlalicep-ToI00HBIX OENKOB apabuoncuca 1 psajaa Apyrux BUIOB, C
OJTHO¥M CTOPOHBI, M pacTeHuit pona Allium, ¢ npyroii.

8. bbimu 0O0HapyKeHbl U UACHTUPUIIUPOBAHBI TPAHCKPHUIITHI, KOJAUPYIOLIUE
KoMIieke (pakTopoB ydacTByrommx B mporeccax PTI, ayrodaruu, 1 RQC B

pacTeHUsX 1IaN0Ta, CO3/1aHa CUCTEMa CIeln(PUUECKUX MpaiiMepoB, MO3BOJIIOIINX
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ONpENENATh YPOBHH MPEACTABIEHHOCTH YKA3aHHBIX TPaHCKPUNTOB-MUIIEHEN
METOJOM MOJIMMEPA3HON LIETTHOW pPEaKMU B PEaIbHOM BPEMEHHU.

9. Ycnemnas penpoayknus U GOpMHUPOBAHWE TIEPCUCTCHTHONW WH(EKITHH
XBII B Allium cepa var. aggregatum G. Don, BeposiTHO, 00YyCIIOBJICHBI
CIOCOOHOCTBIO BUPYCA MOTHOCTHIO UM YaCTUYHO U3MEHSTH IKCIPECCUIO OEIIKOB,
3aJICHCTBOBAHHBIX B OOECIICUYEHWH  AHTHBUPYCHOTO  (PUTOMMMYHHTETA.
[TogaBnenne skcnpeccuu  KimodeBbIX  (aktopoB  PHK-caitnencunra B
MH(DUIIMPOBAHHBIX PACTEHUSIX U, KOHTPOJUPYEMOE BO BPEMEHH, U30UpaATEIbHOE
VM3MEHEHUE YPOBHEU JKCIIPECCUU PSAAa T€HOB-MUIICHEM, KOAUPYIOLIMX IPYTHE
(bakTOphl AHTUBUPYCHOTO (PUTOMMMYHUTETA, OOYCIOBIECHO UHAYKIIMEH BUPYCOM
nporecca PTIL.

10. IToka3ana penpoxaykuust XBIII B uecHoKe.

162



CIIMCOK JIMTEPATYPBI

1. ApmaBa H. B., Konapesa T. H., Ps6oB E. B., 3aBpueB C. K. 42K 6enok
X BUpycCa ManoTa 3KCIPecCUpyeTcsi B MHQUIIUPOBAHHBIX pacTeHUsIX poaa Allium.
// MonekynsapHas ouonorus. —1995. — T. 29 — C. 192-198.

2. Apmasa H. B., KonapeBa T. H., Uepemymxkuna H. II., 3aBpues C. K.
Nnentudukanms KOMIIOHEHTOB BHPYCHOTO KOMILIEKCA, MEPCHUCTUPYIOIIETO B
KyJbTypHBIX pacTeHusix poaa Allium. // Cenbckoxo3siicTBeHHass OMOJOTHS. —
1996. — Ne30. — C. 105-111.

3. UBanosckuii 1. . O nByx Oone3nsix Tabaka. TabauHas nenenuua,
Mo3anyHas 60Jie3Hb. // Ceabckoe X03sMCTBO U JIecoBoaACTBO. — 1892, — T.
CCIXX, Bpmm. 2. — C. 104 — 121.

4. Kanomun A. A. UccnenoBanue kpyra xo3sieB, moJuMophusma u
KJIIOHMPOBaHKE TeHOMa X BUpyca ImajnoTa. // Jluccepranus kanauaara
ononornyeckux Hayk. — M.,1999 — C.77.

5. Kennpimr M. A. Bupycel, BUpouabl, 1 MUKOILIa3Mbl pacTeHuil. // M.:
PYJIH — 2003. — 153 c.

6. Kiieno M. C. Pons PHK-unTepdepennnu B nogaBieHu TpaHCKPUIIIIAN
PETPOTPAHCIIO30HOB M TaHJIEMHBIX TOBTOPOB y D. melanogaster. // {uccepramus
KaHauaaTa ouojgorndeckux Hayk. — M., 2005 — C. 136.

7. Jloramenko E. b. IlomaBnenne skcnpeccun rena MDR1 ¢ momorisio
Manbix uHTepdepupyronux PHK. // luccepranus kaHaumata OHOIOTHYECKHX
Hayk. — HoBocubupck, 2006 — C. 126.

8. HoBuxoBa H. A. Xpanenue u peanuzamnusi TeHETUUESCKOW HUHPOpMAITUN
Bupycos. // H. Horopox — 2007. — C. 84.

9. Omapos P. T., bepcum6aii P. 1. buoxumuueckne MexaHu3Mbl CyTIPECCUH
PHK unrtepdepenuu Bupycamu pactenui. // buoxumus — 2010, — T.75 — Ne8 —
C. 1062-1069.

10. Penpko B. I Monenu mpeadbMOIOrHYecKol 3BOIONMA. // KypHAI

oOmteit ononoruun. — 2020. — T&1. — Ne2 — C. 108-122.
163



11. Pa6os E. b., I'enepozor . B., ®erren I'. /1., 3aBpuer C. K. Ananu3 3'-
KOHHGBOﬁ o0JlacTi reHoMa MNEPCHOCUMOI'0 KJICICM HUTCBUIHOI'O BHpPYCa
CBUJETEIBCTBYET O €ro MPUHALICKHOCTH K rpynne X - BHpyca IIanoTa.
//Monexynsipraast ouonorusi. — 1996. — Ne30 — C. 104-110.

12. CuzennioB A., ITnotaukoB A., JlpozmoBa E. OOmias Bupycosorus c
OCHOBaMH TaKCOHOMHH BHPYCOB TO3BOHOYHBIX yueOHOoe mocodue. // OpeHOypr:
OpenOyprckuit rocynapctsennbii yausepcutet — 2012, — C. 624,

13. Ditren M. Camoopranuzaiys MaT€pUHd U HBOJIONHS OMOIOTHUYECKUX
Makpomouieky. // M.: Mup — 1973. — C. 216.

14. Diiren M., llycrep II. I'unepuukn. IlpuHIMOBI camoopraHu3anuu
Makpomodekys. // M.: Mup. — 1982. — C. 270.

15. Adams M. J., Candresse T., Hammond J., Virus Taxonomy: Ninth
Report of the International Committee on Taxonomy of Viruses. // Elsevier. —2011.
—P. 902-9109.

16. Adams M. J., Antoniw J. F., Bar-Joseph M., et. al. The new plant virus
family Flexiviridae and assessment of molecular criteria for species demarcation.
/I Arch. Virol. — 2004. — V.149 — P. 1045-1060.

17. Abdelkhalek A., Yassin Y., Abdel-Megeed A., Abd-Elsalam K.,
Moawad H., Behiry S. Rhizobium leguminosarum bv. viciae-Mediated Silver
Nanoparticles for Controlling Bean Yellow Mosaic Virus (BYMV) Infection in
Faba Bean Plants. // Plants (Basel) — 2022. — V. 12 (1) — P. 45.

18. Amarzguioui M., Prydz H. An algorithm for selection of functional
siRNA sequences. // Biochem Biophys Res Commun — 2004. — V.316. — P. 1050-
1058.

19. Ambros V., Bartel B., Bartel D., Burge C., Carrington J., Chen X,
Dreyfuss G., Eddy S., Griffiths-Jones S., Marshall M., Matzke M., Ruvkun G.,
Tuschl T. A. Uniform system for microRNA annotation. // RNA. —2003. - V. 9. —
P.277-279.

164



20. Anantharaman V., Koonin E., Aravind L. Comparative genomics and
evolution of proteins involved in RNA metabolism. // Nucleic Acids Res. — 2002.
— V.30 (7) - P. 1427-64.

21. Anjos J.R., Jarlfors U., and Ghabrial S.A. Soybean mosaic potyvirus
enhances the titer of two comoviruses in dually infected soybean plants. //
Phytopathology. — 1992. — V. 82 — P. 17-23.

22. Aravin A. A., Lagos-Quintana M., et. al. The small RNA profile during
Drosophila melanogaster development. // Dev Cell. — 2003. — V. 5(2) — P. 337-50.

23. Aufsatz W., Mette M. F., Matzke A. J., and Matzke M. The role of MET1
in RNA-directed de novo and maintenance methylation of CG dinucleotides. //
Plant Mol Biol 2004. — V. 54 — P. 793-804.

24. Axtell M. J., Snyder J. A, et. al. Common functions for diverse small
RNAs of land plants. // Plant Cell. — 2007. — V. 19(6) — P. 1750-69.

25. Bagasra O., Prilliman K. RNA interference: the molecular immune
system. // Mol. Histol. — 2004. — V. 35 (6) — P. 545-53

26.Bai M., Yang G. S., Chen W. T., Mao Z. C., Kang H. X, et. al. Genome-
wide identification of Dicer-like, Argonaute and RNA-dependent RNA polymerase
gene families and their expression analyses in response to viral infection and abiotic
stresses in Solanum lycopersicum. // Gene — 2012. — V. 501 — P. 52-62.

27. Baier T., WichmannJ., Kruse O., Lauersen K. Intron-containing algal
transgenes mediate efficient recombinant gene expression in the green microalga
Chlamydomonas reinhardtii. //Nucleic Acids Research —2018. — V. 46 (13) — P.
6909-6919.

28. Bao N., Lye K. W., and Barton M. K. MicroRNA binding sites in
Arabidopsis class 111 HD-ZIP mRNAs are required for methylation of the template
chromosome. // Dev Cell —2004. — V. 7 — P. 653-662.

29. Barg E., Lesemann D. E., Vetten H. J.,, and Green S. K. Identification,
partial characterization and distribution of viruses infecting Allium crops in South

and Southeast Asia. // Acta Hortic. — 1994. — VV.358 — P.251-258.
165



30. Barg E., Lesemann D. E., Vetten H. J., and Green S. K. Viruses of
alliums and their distribution in different Allium crops and geographical regions. //
Acta Hortic. — 1997. — V. 433 — P.607-616.

31. Bartel D. P. MicroRNAs: genomics, biogenesis, mechanism, and
function. //Cell. — 2004. — V. 116(2) — P.281-97.

32. Baulcombe D. RNA silencing in plants. // Nature. — 2004. — V.431(7006)
— P.356-63.

33. Baumberger N., Tsai C. H., Lie M., Havecker E., and Baulcombe D. C.
The Polerovirus silencing suppressor PO targets ARGONAUTE proteins for
degradation // Curr. Biol. — 2007. - V. 17 — P. 1609-1614.

34. Beck D. L., Guilford P. J., Voot D. M., Anderson M. T. & Forster R. S.
L. Triple gene block proteins of white clover mosaic potexvirus are required for
transport. // Virology. — 1991. — V. 183 — P. 695-702.

35. Beerenwinkel N., and Zagordi O. Ultra-deep sequencing for the analysis
of viral populations. // Curr.Opin. Virol. -2011. - V. 1 - P.413-418.

36. Bernstein E., Caudy A. A., Hammond S. M., Hannon G. J. Role for a
bidentate ribonuclease in the initiation step of RNA interference. // Nature. — 2001.
—V. 409(6818) — P. 363-366.

37. Beuve M., Stevens M., Liu H.-Y., Hauser S. & Lemaire O. Biological
and molecular characterization of an American sugar beet-infecting Beet western
yellows virus isolate. // Plant Dis. — 2008. — V. 92 — P.51-60.

38. Bohmert K., Camus 1., Bellini C., Bouchez D., Caboche M., and Benning
C. AGO1 defines a novel locus of Arabidopsis controlling leaf development. //
EMBO J. —1998. - V. 17— P. 170-80.

39. Borsani O., Zhu J., et. al. Endogenous siRNAs derived from a pair of
natural cis-antisense transcripts regulate salt tolerance in Arabidopsis. // Cell. —
2005. - V. 123(7) — P.1279-91.

166



40. Bortolamiol D., Pazhouhandeh M., Marrocco K., Genschik P., and
Ziegler-Graff V. The polerovirus F box protein PO targets ARGONAUTEL to
suppress RNA silencing. // Curr. Biol. — 2007 — V. 17 — P.1615-1621.

41. Bousalem M., Douzery E.J. and Fargette D. Highgenetic diversity,
distant phylogenetic relationships and intraspecies recombination events among
natural populations of Yam mosaic virus: a contribution to understanding potyvirus
evolution. // J. Gen. Virol. — 2000. — V. 81 — P. 243-255.

42. Bragg J.N., and Jackson A. O. The C-terminal region of the Barley stripe
mosaic virus yb protein participates in homologous interactions and is required for
suppression of RNA silencing. // Mol. Plant Pathol. — 2004 — V. 5 — P. 465-481.

43. Bratlie M. S. & Drablos F. Bioinformatic mapping of AIkB homology
domains in viruses. //BMC Genomics —2005- V.6 — P.1.

44, Brault V., van den Heuvel J. F. J. M., Verbeek M., Ziegler-Graff V.,
Reutenauer A., Herrbach E., Garaud J. C., Guilley H., Richards K. & Jonard G.
Aphid transmission of beet western yellows luteovirus requires the minor capsid
read-through protein P74. // EMBO J. -1995. — V. 14 — P.650-659.

45. Brigneti G., Voinnet O., Wan-Xiang L., Ding S. W., Baulcombe D. C.
Viral pathogenicity determinants are suppressors of transgene silencing. // EMBO
J.—1998. - V.17 - P. 6739-6746

46. Bruyere A., Wantroba M., Flasinski S., Dzianott A., Bujarski J.J.
Frequent homologous recombination events between molecules of one RNA
component in a multipartite RNA virus. // J. Virol. — 2000. — V. 74(9) — P. 4214-9.

47. Bujarski J.J., Kaesberg P. Genetic recombination between RNA
components of a multipartite plant virus. // Nature. — 1986 — V. 321 — P. 528-531

48. Bujarski J.J. Genetic recombination in plant-infecting messenger-sense
RNA viruses: overview and research perspectives. // Front Plant Sci. —2013. — V.
26 — P.4-68.

167



49. Carrington J. C., Freed D. D., and Oh C.-S. Expression of potyviral
polyproteins in transgenic plants reveals three pro-teolytic activities required for
complete processing. // EMBO J. -1990 — V. 9 — P. 1347-1353.

50. Carthew R. W., and Sontheimer E. J. Origins and Mechanisms of
mMiRNAs and siRNAs. // Cell. — 2009. — V. 136 — P. 642-655.

51. Cascone P. J., Carpenter, C. D., Li, X. H., and Simon, A. E.
Recombination between satellite RNAs of turnip crinkle virus. // EMBO J. —1990.
-V.9-P.1709-1715.

52. Catalonotto C., Azzalin G., Macino G., and Cogoni C. Gene silencing in
worms and fungi. // Science. — 2000. — V. 305(5689) — P.1434-7.

53. Caudy A. A., Ketting R. F., Hammond S. M., Denli A. M., Bathoorn A.
M., Tops B. B., Silva J. M., Myers M. M., Hannon G. J., Plasterk R. H. A
micrococcal nuclease homologue in RNAI effector complexes. // Nature. — 2003. —
V.425 (6956) — P.411-414.

54. Chalk A. M., Wahlestedt C., Sonnhammer E. L. Improved and
automated prediction of effective siRNA. // Biochem Biophys Res Commun. —
2004. - V.319 (1) — P. 204-274.

55. Chan S. W., Zilberman D., Xie Z., Johansen L. K., Carrington J. C., and
Jacobsen S. E. RNA silencing genes control de novo DNA methylation. // Science.
—2004. - V. 303 (5662) — P. 1336.

56. Chapman E. J., and Carrington J. C. Specialization and evolution of
endogenous small RNA pathways. // Nat Rev Genet. — 2007. — V. 8(11) — P. 884-
96.

57. Chen J., Chen J., Adams M. J. Molecular characterisation of a complex
mixture of viruses in garlic with mosaic symptoms in China. // Arch Virol. — 2001.
—V. 146 — P.1841-1853.

58. Clark R. L., Hill J. H., and Ellis M. D. Tomato scorch, a new virus disease
of tomatoes. // Phytopathology. —1980. — V. 70 — P.131-134,

168



59. Cogoni C., Macino G. Homology-dependent gene silencing in plants and
fungi: a number of variations on the same theme. // Curr Opin Microbiol. — 1999.
—V.2-P.657-662.

60. Cooper P. D. On the nature of poliovirus genetic recombination. // J.
Gen. Virol. —1974. — V. 23 — P. 41-49,

61. Csorba T., Bovi A., Dalmay T. and Burgyan J. The p122 subunit of
Tobacco mosaic virus replicase is a potent silencing suppressor and compromises
both siRNA and miRNA mediated pathways. // Journal of Virology. — 2007. — V.
81 (21) — P.11768-11780.

62. Deleris A., Gallego-Bartolome J., Bao J., Kasschau K. D., Carrington J.
C., Voinnet O. Hierarchical action and inhibition of plant Dicer-like proteins in
antiviral defense. // Science. — 2006. — V. 313 — P.68-71.

63. Diaz-Pendon J. A., Li F., Li W.X,, and Ding S.W. Suppression of
antiviral silencing by cucumber mosaic virus 2b protein in Arabidopsis is
associated with drastically reduced accumulation of three classes of viral small
interfering RNAs. // Plant Cell. — 2007. — V. 19 — P. 2053-2063.

64. Ding S. W., and VVoinnet O. Antiviral im munity directed by small RNAs.
/I Cell. — 2007. — V. 130 — P. 413-426.

65. Djupedal I., Ekwall K. Epigenetics: heterochromatin meets RNAI. // Cell
Res. —2009. — V. 19 — P. 282-295.

66. Dlakic M. DUF283 domain of Dicer proteins has a double-stranded
RNA-binding fold. // Bioinformatics. — 2006. — V. 22 — P. 2711-2714.

67. Dolja V. V., Kreuze J. F., Valkonen J. P. Comparative and functional
genomics of closteroviruses. // Virus. Res. — 2006. — V. 117 — P. 38-51.

68. Domingo E., and Holland J. J. RNA virus mutations and fitness for
survival. // Annu.Rev. Microbiol. — 1997. - V. 51 — P. 151-178.

69. Domingo E. Nucleotide sequence heterogeneity of an RNA phage
population. // Cell. — 1978. — V. 13(4) — P. 735-744.

169



70. Drake J.W. and Holland J.J. Mutation rates among RNA viruses. // Procl.
Natl. Acad. Sci. —1999. — V. 96(24) — P. 13910.

71. Duffy S., Shackelton L.A., Holmes E.C. Rates of evolutionary change in
viruses: patterns and determinants. // Nat Rev Genet. — 2008. — V. 9(4) — P. 267-
76.

72. Dunoyer P., Himber C., Voinnet O. DICER-LIKE 4 is required for RNA
interference and produces the 21-nucleotide small interfering RNA component of
the plant cell-to-cell silencing signal. // Nat. Genet. —2005. V. 37 (12). — P. 1356-
1360.

73. Dunoyer P., Gregory Schott G., Christophe Himber C., Meyer D.,
Takeda A., Carrington J. C., Voinnet O. Small RNA Duplexes Function as Mobile
Silencing Signals Between. // Science. — 2010. — V. 328 — P. 912-916.

74. Dutta M., Sokhandan Bashir N. and Melcher U. Genomic
characterization of AAV1 and evidence of other flexiviruses in Oklahoma
Tallgrass Prairie Preserve revealed by sequence analysis and genomic organization.
/I He onyomukoBano — 2013. — AunortupoBanno B NCBI ot Biochemistry and
Molecular Biology Oklahoma State University

75. Ebhardt H. A., Thi E. P., Wang M.-B., Unrau P. J. Extensive
modification of plant small RNAs is modulated by helper component-protease
expression. // Proc. Natl Acad. Sci. — 2005. — V. 102 (38) — P.13398-13403.

76. Eigen M., McCaskill J., and Schuster P. Molecular quasispecies. // J.
Phys.Chem. —1988. — V. 92 — P. 6881-6891.

77. Eigen M., McCaskill J., and Schuster P. The molecular quasispecies. //
Adv.Chem.Phys. —1989. — V. 75 — P. 149-263.

78. Elbashir S. M., Lendeckel W., Tuschl T. RNA interference is mediated
by 21- and 22- nucleotide RNAs. // Genes Dev. — 2001. — V. 15(2) — P. 188-200.

79. Escriu F., Fraile A., Garcia-Arenal F. The evolution of virulence in a
plant virus. // Evolution. — 2003. — V. 57 — P.755-765

170



80. Fagard M., Boutet S., Morel J. B., Bellini C., and Vaucheret H. AGO1,
QDE-2, and RDE-1 are related proteins required for post- transcriptional gene
silenc-ing in plants, quelling in fungi, and RNA interference in animals. // Proc
Natl Acad Sci. —2000. — V. 97 — P. 11650-4.

81. Fire A., Xu S., Montgomery M. et. al. Potent and specifc genetic
interference by double-stranded RNA in Caenorhabditis elegans. // Nature. — 1998.
—V. 391 - P. 806-811.

82. Forstemann K., Horwich M. D., Wee L., Tomari Y., and Zamore P. D.
Drosophila microRNAs are sorted into functionally distinct argonaute complexes
after production by dicer-1. // Cell. — 2007. — V. 30 — P. 287-297.

83. Frank F., Hauver J., Sonenberg N., Nagar B. Arabidopsis Argonaute
MID domains use their nucleotide specificity loop to sort small RNAs. // EMBO J.
—2012. -V.31(17) — P. 3588-95.

84. Gaill Pruss, Xin Ge, Xing Ming Shi, James C. Carrington, and Vicki
Bowman Vance. Plant Viral Synergism: The Potyviral Genome Encodes a Broad-
Range Pathogenicity Enhancer That Transactivates Replication of Heterologous
Viruses». // The plant Cell. — 1997. — V. 9 — P. 859-868.

85. Gaspar Y. M., NamJ., Schultz C. J., Lee L., Gilson P., Gelvin S., Bacic
A. Characterization of the Arabidopsis lysine-rich arabinogalactan-protein
AtAGP17 mutant (ratl) that results in a decreased efficiency of agrobacterium
transformation. // Plant Physiology — 2004. — V. 135 (4) — P. 2162-71.

86. Ghazala W., Waltermann A., Pilot R., Winter S., Varrelmann M.
Functional characterization and subcellular localization of the 16K cysteine-rich
suppressor of gene silencing protein of tobacco rattle virus. // J. Gen Virol. — 2008.
—V. 89 (Pt7)—P. 1748-1758.

87. Golden D. E., Gerbasi V. R., and Sontheimer E. J. An inside job for
SiIRNAs. // Mol Cell. — 2008. — V. 31 — P. 309-312.

88. Goto K., Kobori T., Kosaka Y., Natsuaki T., and Masuta C.

Characterization of silencing suppressor 2b of cucumber mosaic virus based on
171



examination of its small RNA-binding abilities. Plant Cell. // Physiol. — 2007. — V.
48 — P. 1050-1060.

89. Hamed K., Menzel W., Mohamed M. E., Dafallah G., Gadelseed A. M.,
Winter S. First Report of Shallot virus X in Onion in Sudan. // Plant Disease. —
2012. - V. 96 (7) — P. 1075-1075.

90. Hammond S. M., Boettcher S., Caudy A. A., Kobayashi R., Hannon G.
J. Argonaute 2, a link between genetic and biochemical analyses of RNAI. //
Science. — 2001. — V.293 (5532) — P. 1146-1150.

91. Hammond S. M., Bernstein E., Beach D., and Hannon G. J. An RNA-
directed nuclease mediates post-transcriptional gene silencing in Drosophila cells.
// Nature. — 2000. — V. 404 — P. 293-296.

92. Hannon G. J. RNA interference. // Nature. — 2002. — V. 418 — P. 244-
251.

93. Hasiow-Jaroszewska B., Kuzniar A., Peters S.A., Leunissen J.A.,
Pospieszny H. Evidence for RNA recombination between distinct isolates of
Pepino mosaic virus. // Acta Biochim Pol. — 2010. — V.57(3) — P.385-8.

94. Helguera M., Rabinowicz P.D., Kobayashi K., et. al. Identification and
characterization of a coat protein gene from a garlic mite-borne filamentous virus
present in Argentina. // Plant Dis. — 1996. — V. 76 — P.594-596.

95. Huesken D., Lange J., Mickanin C., Weiler J., Asselbergs F., Warner J.,
Meloon B., Engel S., Rosenberg A., Cohen D., Labow M., Reinhardt M., Natt F.,
Hall J. Design of a genome-wide siRNA library using an artificial neural network.
// Nat Biotechnol. — 2005. — V.23 (8) — P. 995-1001.

96. Huisman M. J., Linthorst H. J. M., Bol J. F. & Cornelissen B. The
complete nucleotide sequence of potato virus X and its homologies at the amino
acid level with various plus-stranded RNA viruses. // Journal of General Virology.
—1988. -V.69—-P.1789-1798.

172



97. Hunter W. B., Lapointe S. L., Sinisterra X. H., Achor D. S., Funk C. J.
Iridovirus in the root weevil Diaprepes abbreviatus. // Journal of Insect Science. —
2003.-V.3-P.9.

98. ICTV, Virus Taxonomy. 2022 Release.

99. Iwasa Y., Michor F., and Nowak M. A. Evolutionary dynamics of
invasion and escape. // J. Theor. Biol. — 2004. — V. 226 — P. 205-214.

100. Jeffery L. and Nakielny S. Components of the DNA methylation system
of chromatin control are RNA-binding proteins. // J. Biol. Chem. —2004. — V. 279
— P. 49479-49487.

101. Jelkmann W., Martin R. R., Lesemann D. E., Vetten H. J. & Skelton F.
A new potexvirus associated with strawberry mild yellow edge disease. // Journal
of General Virology. — 1990. - V. 71 — P. 1251-1258

102. Jelkmann W., Kunze L., Vetten H. J., Lesemann D.E. cDNA cloning
of dsRNA associated with apple stem pitting disease and evidence for the
relationship of the virus-like agents associated with apple stem pitting and pear vein
yellows. // ACTA HORT. —1992. — V. 309 — P. 55-62.

103. Joseph C., Kuhl J. C., Cheung F. et. al. A unique set of 11,008 onion
expressed sequence tags reveals expressed sequence and genomic differences
between the monocot orders asparagales and poales. // The Plant Cell. — P. 2004 —
V.16 - P. 114-125

104. Kanyuka K. V., Vishnichenko V. K., Levay K. E., Kondrikov D. Yu.,
Ryabov E. V. and Zavriev S. K. Nucleotide sequence of shallot virus X RNA
reveals a 5'-proximal cistron closely related to those of potexviruses and a unique
arrangement of the 3'-proximal cistrons. // Journal of General Virology. — 1992. —
V. 73 — P. 2553-2560.

105. Kapoor M., Arora R., Lama T., Nijhawan A., Khurana J. P., et. al.
Genomewide identification, organization and phylogenetic analysis of Dicer-like,

Argonaute and RNA-dependent RNA polymerase gene families and their

173



expression analysis during reproductive development and stress in rice. // BMC
Genomics. — 2008 — V. 9 — P. 451.

106. Kasschau K. D., Carrington J. C. A counter-defensive strategy of plant
viruses: suppression of posttranscriptional gene silencing. // Cell. — 1998. — V. 95
—P. 461-470.

107. Katis NI, Maliogka VI, Dovas CI. Viruses of the genus Allium in the
Mediterranean region. //Adv Virus Res. — 2012 — V. 84 — P.163-208.

108. Khvorova A., Reynolds A., and Jayasena S. D. Functional siRNAs and
miRNAs exhibit strand bias. // Cell. — 2003. — V. 115 — P. 209-216.

109. Kidner C.A., Martienssen R. A. Spatially restricted microRNA directs
leaf polarity through ARGONAUTEL. // Nature. — 2004. — V. 428 — P. 81-84

110. Kim D.W.,, Jung T.-S., Nam S. H. et.al. GarlicESTdb: an online
database and mining tool for garlic EST sequences. // BMC Plant Biol. — 2009. —
V.9-P.61.

111. Kim D. H., Villeneuve L. M., Morris K. V., Rossi J. J. Argonaute-1
directs siRNA-mediated transcriptional gene silencing in human cells. // Nat Struct
Mol Biol. — 2006. — V. 13(9) — P. 793-797.

112. King A. M. Recombination in positive strand RNA virus // In RNA
genetics, CRC Press. — 1988. — P. 149-165.

113. Kini H. K., Walton S. P. In vitro binding of single-stranded RNA by
human Dicer. // FEBS Lett. — 2007. — V. 581 — P. 5611-5616.

114. Koonin E.V. and Dolja. Evolution and taxonomy of positive-strand
RNA viruses: implications of coomparative analysis of amino acid sequences. //
CRC Crit. Rev. Biochem Molec. Biol. — 1993. — V. 28(5) — P. 375-430

115. Korner C.J., Klauser D., Niehl A., Dominguez-Ferreras A., Chinchilla
D., Boller T., Heinlein M., Hannl D.R. The immunity regulator BAK1
contributes to resistance against diverse RNA viruses. // Mol. Plant Microbe
Interact. — 2013 - V. 26 — P. 1271-1280.

174



116. Kozak M. Comparison of initiation of protein synthesis in procaryotes,
eucaryotes, and organelles. // Microbiol. — 1983. — V. 47 — P. 1-45.

117. Kozlowska-Makulska A., et. al. PO proteins of European beet-infecting
poleroviruses display variable RNA silencing suppression activity. // Journal of
General Virology. — 2009. — V. 91 (4) — P. 1082-91

118. Kurihara Y., Watanabe Y., Takashi Y. The interaction between DCL1
and HYL1 is important for effi cient and precise processing of pri-miRNA in plant
microRNA biogenesis. // RNA. —2006. — V. 12 (2) — P. 206-212.

119. Lai M. C. RNA recombination in animal and plant viruses. // Microbiol.
—1992 - V.56 — P. 61-79.

120. Lakatos L., Csorba T., Pantaleo V., Chapman E. J., Carrington J. C.,
Liu Y.-P., Dolja V., Calvino L. F., Lopez-Moya J. J. & Burgyan J. Small RNA
binding is a common strategy to suppress RNA silencing by several viral
suppressors. // EMBO J. — 2006. — V. 25 — P. 2768-2780.

121. Lee Y. S., Nakahara K., Pham J. W., Kim K., He Z., Sontheimer E. J.,
Carthew R. W. Distinct roles for Drosophila Dicer-1 and Dicer-2 in the
siRNA/mMiRNA silencing pathways. // Cell. — 2004. — V. 117 (1) — P. 69-81.

122. Lingel A., Simon B., lzaurralde E., Sattler M. Structure and nucleic-
acid binding of the Drosophila Argonaute 2 PAZ domain. // Nature. — 2003. —
V.426 (6965) — P. 465-469.

123. Liu S., Yang B., Gu J., Yao X., Zhang Y., Song F., Liu Z. Molecular
cloning and characterization of a juvenile hormone esterase gene from brown
planthopper, Nilaparvata lugens. // Journal of Insect Physiology. — 2008. — V. 54
— P. 1495-1502.

124. Lohmann J. U., Endl I., and Bosch T. C. Silencing of Developmental
Genes in Hydra. // Dev Biol. —1999. — V. 214 — P. 211-214.

125. Lu Y., Yan F., Guo W., et. al. Garlic virus X 11-kDa protein granules
move within the cytoplasm and traffic a host protein normally found in the

nucleolus. // Mol. Plant Pathol. — 2011. — V. 12. — P. 666-676.
175



126. Luo Z., Chen Z. Improperly terminated, unpolyadenylated mRNA of
sense transgenes is targeted by RDR6-mediated RNA silencing in Arabidopsis. //
Plant Cell. — 2007. — V. 19 — P. 943-958.

127. MaJ. B., Ye K., Patel D. J. Structural basis for overhang-specific small
interfering RNA recognition by the PAZ domain. // Nature. — 2004. — V.429 (6989)
—P. 318-322.

128. Machado J. // 2006. — agnoTtamusa B NCBI.

129. Macrae I. J., Zhou K., Li F., Repic A., Brooks A. N., Cande W. Z.,
Adams P. D., Doudna J. A. Structural basis for double-stranded RNA processing
by Dicer. // Science. — 2006. — V. 311 — P. 195-198.

130. Majumder S., Arya M., Pant R. P., Baranwal V. K. Shallot virus X in
Indian shallot, a new virus report for India. / New Disease Reports. — 2007. — V.
15— P. 52.

131. Majumder S., Baranwal V. K. Sequence Comparison and Phylogeny of
Nucleotide Sequence of Coat Protein and Nucleic Acid Binding Protein of a
Distinct Isolate of Shallot virus X from India. // Indian J. Virol. — 2011. — V. 22
(1) - P. 63-65

132. Mansouri F., Rysanek P. Allexivirus: review and perspectives. //
Phytopathologia Mediterranea. — 2021. — V. 60 (3) — P. 389-402.

133. Margis R., Fusaro A. F., Smith N. A., Curtin S. J., Watson J. M.,
Finnegan E. J., Waterhouse P. M. The evolution and diversification of Dicers in
plants. // FEBS Letters. — 2006. — V. 580— P. 2442-2450.

134. Martelli G. P., Adams M. J., Kreuze J. F., et. al. Family Flexiviridae: a
case study in virion and genome plasticity. / Annu. Rev. Phytopathol. — 2007. — V.
45— P. 73-100.

135. Martinez J., Tuschl T. RISC is a 5' phosphomonoester-producing RNA
endonuclease. // Genes Dev. — 2004. — V.18 (9) — P. 975-980.

136. Martinez-Priego L., Donaire L., Barajas D., and Llave C. Silencing

suppressor activity of the Tobacco rattle virus-encoded 16-kDa protein and
176



interference with endogenous small RNA-guided regulatory pathways. // Virology.
—2008. — V. 376 — P. 346-356.

137. Matzke M.A., Matzke A.J., Pruss G.J., Vance V.B. RNA-based
silencing strategies in plants. // Curr Opin Genet Dev. — 2001 — V. 11(2) — P. 221-
1.

138. Mavric I., and Ravnikar M. A carlavirus serologically closely related to
Carnation latent virus in Slovenian garlic. // Acta Agric. — 2005 — V. 85(2) — P.
343-349.

139. Mello C. C., Conte D. Revealing the world of RNA interference. //
Nature. — 2004. — V. 431 — P. 338-342.

140. Memelink J., Van Der Vlugt C. I. M., Linthorst H. J. M., Asjes C. J. &
Bol J. F. Homologies between the genomes of a carlavirus (lily symptomeless
virus) and a potexvirus (lily virus X) from lily plants. // Journal of General
Virology. —1990. — V. 71 — P. 917-924.

141. Merai Z., Kerenyi Z., Kertesz S., Magna M., Lakatos L., and Silhavy
D. Double-stranded RNA binding may be a general plant RNA viral strategy to
suppress RNA silencing. // J. Virol. — 2006. — V. 80 — P. 5747-5756.

142. Mitter N., Worrall E.A., Robinson K.E., Ping X.Z., Carroll B.J,
Induction of virus resistance by exogenous application of double-stranded RNA.
/[ Curr. Opin. Virol. — 2017 — V. 26 — P. 49-55

143. Mlotshwa S., Pruss G. J., et. al. DICER-LIKEZ2 plays a primary role in
transitive silencing of transgenes in Arabidopsis. // PLoS ONE. — 2008. — V. 3 (3)
—P.el755.

144. Moonan F., Molina J., and Mirkov T.E. Sugarcane yellow leaf virus:
an emerging virus that has evolved by recombination between luteoviral and
poleroviral ancestors. // Virology. — 2000. — V. 269 — P. 156-171.

145. Morozov S. Y., Solovyev A. G. Triple gene block: modular design of a
multifunctional machine for plant virus movement. // J. Gen. Virol. — 2003. — V.

84 — P. 1351-1366.
177



146. Morse D. P., Aruscavage P. J., Bass B. L. RNA hairpins in noncoding
regions of human brain and Caenorhabditis elegans mMRNA are edited by adenosine
deaminases that act on RNA // Proc Natl Acad Sci USA. —2002. — V. 99 (12) — P.
7906-7911.

147. Nagy P.D., and Pogany J. The dependence of viral RNA replicationon
co-opted hostfactors. // Nat Rev Microbiol. — 2011. — V. 10 — P. 137-149.

148. Nagy P.D., Simon A.E. New insights into the mechanisms of RNA
recombination // Virology. — 1997. — V. 235 — P. 1-9.

149. Nagy P. D., and Bujarski J. J. Efficient system of homologous RNA
recombination in brome mosaic virus: sequence and structure requirements and
accuracy of crossovers. // J. Virol. — 1995 - V. 69 — P. 131-140.

150. Napoli C., Lemieux C., Jorgensen R. Introduction of chimeric chalcone
synthase gene into Petunia results in reversible cosuppression of homologous genes
in trans. // Plant Cell. — 1990. — V. 2 — P. 279-289.

151. Needleman S. B., Wunsch C. D. A general method applicable to the
search for similarities in the amino acid sequence of two proteins. // J. Mol Biol. —
1970. — V. 48 — P. 443-453.

152. Niehl A., Wyrsch 1., Boller T., Heinlein M. Double-stranded RNAs
induce a pattern-triggered immune signaling pathway in plants. // New Phytol. —
2016 — V. 211(3) — P. 1008-1019.

153. Nowak M. A. What is a quasispecies? // Trends Ecol. Evol. — 1992. —
V. 7-P.118-121.

154. Nykanen A., Haley B., Zamorc P. D. ATP requirements and small
interfering RNA structure in the RNA interference pathway. // Cell. — 2001. —
V.107 (3) — P. 309-321.

155. Ojosnegros S., Beerenwinkel N., Antal T., Nowak M. A., Escarmis C.,
and Domingo E. Competition-colonization dynamics in an RNA virus. // Proc.Natl.
Acad. Sci. — 2010. - V. 107 — P. 2108-2112.

178



156. Pagan I. and Holmes E. Long-Term Evolution of the Luteoviridae:
Time Scale and Mode of Virus Speciation. // J Virol. — 2010 — V. 84(12) — P.
6177-6187.

157. Pandey S. P., Baldwin I. T. RNA-directed RNA polymerasel (RdR1)
mediates the resistance of Nicotiana attenuata to herbivore attack in nature. // Plant
J.—2007.-V.50—P. 40-53.

158. Pantaleo V., Szittya G., and Burgyan J. Molecular bases of viral RNA
targeting by viral small interfering RNA-programmed RISC. // J. Virol. — 2007. —
V.81 —P. 3797-3806.

159. Perez-Egusquiza Z., Ward L. I., Clover G. R. G., Fletcher J. D., Van
Der Vlugt R. A. A. First report of Shallot virus X in shallot in New Zealand. //
Plant Pathology — 2009 — V. 58(2) — P. 407-407.

160. Perotto M. C., Conci V. C., Cafrune E. E., Alochis P., and Bracamonte
R. Differences in the response of garlic cultivars to the eradication of five viruses.
// Phyton. — 2003. — V. 126 — P. 489-495.

161. Pfeffer S., Dunoyer P., Heim F., Richards K. E., Jonard G., and Ziegler-
Graff V. PO of beet Western yellows virus is a suppressor of posttranscriptional
gene silencing. // J. Virol. — 2002. - V. 76 — P. 6815-6824.

162. Plisson C., Drucker M., Blanc S., German-Retana S., Le Gall O,
Thomas D. et. al. Structural characterization of HC-Pro, a plant virus
multifunctional protein. // J. Biol. Chem. — 2003. — V. 278 — P. 23753-23761.

163. Postnikova O. A., Nemchinov L. G. Comparative analysis of
microarray data in Arabidopsis transcriptome during compatible interactions with
plant viruses. // Virology Journal. — 2012. — V. 9 — P. 101.

164. Pramesh D., Baranwal V.K. Molecular characterization of coat protein
gene of Garlic common latent virus isolates from India: an evidence for distinct
phylogeny and recombination. // Virus Genes. — 2013. — V. 47(1) — P.189-93.

165. Pybus O.G., and Rambaut A. Evolutionary analysis of the dynamics of

viral infectious disease. //Nat. Rev. Genet. — 2009. — V. 10 — P. 540-550.
179



166. Qian Y., Cheng Y., Cheng X., Jiang H., Zhu S., et. al. Identification and
characterization of Dicer-like, Argonaute and RNA-dependent RNA polymerase
gene families in maize. // Plant Cell. — 2011. — V. 30 — P. 1347-1363.

167. Qu F., Ye X., Morris T. J. Arabidopsis DRB4, AGO1, AGO7, and
RDRG6 participate in a DCL4-initiated antiviral RNA silencing pathway negatively
regulated by DCL1. // Proc Natl Acad Sci —2008. — V. 105 — P. 14732-14737.

168. Qu F., and Morris T.J. Efficient infection of Nicotiana benthamiana by
Tomato bushy stunt virus is facilitated by the coat protein and maintained by p19
through suppression of gene silencing. // Mol. Plant Microbe Interact. — 2002. — V.
15 - P. 193-202.

169. Rakitina D. V., Yelina N. E., and Kalinina N. O. Zinc ions stimulate
the cooperative RNA binding of hordeiviral gammab protein. // FEBS Lett. — 2006.
—V. 580 - P. 5077-5083.

170. Rana T. M. llluminating the silence: understanding the structure and
function of small RNAs. // Nat Rev Mol Cell Biol. — 2007. — V. 8 — P. 23-36.

171. Razvjazkina G.M. Daz Zwiebelmosaikvirus and seine Verbreitung im
freiland. // Tagungsbericht, Akademie der Landwirtschaftwissenschaften der
Deutschen Democratischen Republik. — 1971. — V. 115 — P. 69-76.

172. Reynolds A., Leake D., Boese Q., Scaringe S., Marshall W. S,
Khvorova A. Rational siRNA design for RNA interference. // Nat Biotechnoi. —
2004. — V. 22 (3) — P. 326-330.

173. RNAI. gene-quantification.info

174. Rochow W.F., and Ross A.F. Virus multiplication in plants doubly
infected by potato viruses X and Y. // Virology. — 1955. - V. 1 — P. 10-27.

175. Romanova L.l.,, Tol'skaia E.A., Agol V.l. Intertypic antigenic
determinants of intracellular proteins of different poliovirus serotypes. // Vopr
Virusol. —1980. - V. 5 - P.570-3.

176. Sabanadzovic S. Blackberry virus E: an unusual flexivirus. // Arch

Virol. — 2011. — V. 156(9) — P.1665-9.
180



177. Schiebel W., Pelissier T., Riedel L., Thalmeir S., Schiebel R., et. al.
Isolation of an RNA-directed RNA polymerase-specific cDNA clone from tomato.
// Plant Cell. — 1998. — V. 10 — P. 2087-2101.

178. Scholthof H. B. Plant virus transport: motions of functional
equivalence. // Trends Plant Sci. — 2005. — V. 10 — P. 376-382.

179. Schwach F., Vaistij F. E., Jones L., Baulcombe D. C. An RNA-
Dependent RNA polymerase prevents meristem invasion by potato virus X and is
required for the activity but not the production of a systemic silencing signal. //
Plant Physiol. — 2005. — V. 138 (4) — P. 1842-1852.

180. Schwarz D. S., Hutvagner G., Haley B., Zamore P. D. Evidence that
siIRNAs function as guides, not primers, in the Drosophila and human RNAI
pathways. // Mol Cell. — 2002. — V.10 (3) — P. 537-548.

181. Senshu H., Yamaji Y., Minato N., Shiraishi T., Maejima K., Hashimoto
M., Miura C., Neriya Y., Namba S. A dual strategy for the suppression of host
antiviral silencing: two distinct suppressors for viral replication and viral
movement encoded by potato virus M. // J. Virol. — 2011. — V.85 — P.10269-78.

182. Serviene E., Shapka N., Cheng C.P., Panavas T., Phuangrat B., Baker
J. Genome wide screen identifies host genes affecting viral RNA recombination. //
Proc. Natl. Acad. Sci. — 2005. — V. 102 — P. 10545-10550.

183. Shallot virus X NCBI GenBank: NC_003795.1

184. shRNA library - Rigel Pharmaceuticals, Inc. United States. Patent
7863222.

185. Shiboleth Y. M., Haronsky E., Leibman D., Arazi T., Wassenegger M.,
Whitham S.A. et. al. The conserved FRNK box in HC-Pro, a plant viral suppressor
of gene silencing, is required for small RNA binding and mediates symptom
development. // J. Virol. — 2007. — V. 81 — P. 13135-13148.

186. Sijen T., Fleenor J., Simmer F., Thijssen K. L, Parrish S., Timmons L.,
Plasterk R. H., Fire A. On the role of RNA amplification in dSRNA-triggered gene

silencing. // Cell. — 2001. — V. 107 (4) — P. 465-476.
181



187. Singh L., Hallan V., Martin D.P., Ram R., Zaidi A.A. Genomic
sequence analysis of four new chrysanthemum virus B isolates: evidence of RNA
recombination. // Arch Virol. — 2012. - V. 157(3) — P. 531-7.

188. Singh L., Hallan V., Jabeen N., Singh A.K., Ram R., Martin D.P., Zaidi
A.A. Coat protein gene diversity among Chrysanthemum virus B isolates from
India. // Arch Virol. — 2007 — V. 152(2) — P. 405-13.

189. Song J. J., Smith S. K., Hannon G. J., Joshua-Tor L. Crystal structure
of Argonaute and its implications for RISC slicer activity. // Science. — 2004. — V.
305 (5689) — P. 1434-1437.

190. Song S. 1., Song J. T., Kim C. H., Lee J. S. and Choi Y. D. Molecular
characterization of the garlic virus X genome. // Journal of General Virology. —
1998. — V. 79 — P. 155-159.

191. Steinhauer D.A., Domingo E., Holland J.J. Lack of evidence for
proofreading mechanisms associated with an RNA virus polymerase. // Gene. —
1992. - V. 122 — P. 281-288.

192. Stevens M., Freeman B., Liu H.-Y., Herrbach E. & Lemaire O. Beet
poleroviruses: close friends or distant relatives? // Mol Plant Pathol. — 2005. — V. 6
—P. 1-9.

193. Sumi S., Matsumi T., Tsuneyoshi T. Complete nucleotide sequences of
garlic viruses A and C, members of the newly ratified genus Allexivirus. // Arch
Virol. —1999. — V. 144 — P. 1819-1826.

194. Sumi S., Tsuneyoshi T., Furutani H. Novel rod-shaped viruses isolated
from garlic, Allium sativum, possessing a unique genome organization. // J. Gen
Virol. —1993. - V. 74 — P. 1879-1885.

195. Sumi S., Matsumi T. and Tsuneyoshi T. Complete nucleotide sequence
of garlic viruses A and C, members of newly ratified genus Allexivirus. // Arch
Virol. —1999. — V. 144 — P. 1819-1827.

182



196. Tabara H., Sarkissian M., Kelly W. G., Fleenor J., Grishok A.,
Timmons L., Fire A., and Mello C. C. The rde-1 gene, RNA interference, and
transposon si-lencing in C. elegans. // Cell. —1999. — V. 99 (2) — P. 123-32.

197. Tahbaz N., Kolb F. A., Zhang H., Jaronczyk K., Filipowicz W.,
Hobman T. C. Characterization of the interactions between mammalian PAZ PIWI
domain proteins and Dicer. // EMBO. — 2004. - V. 5 — P. 189-194.

198. Tamura K., Peterson D., Peterson N., Stecher G., Nei M., and Kumar
S. MEGAS5: Molecular Evolutionary Genetics Analysis using Maximum
Likelihood, Evolutionary Distance, and Maximum Parsimony Methods. //
Molecular Biology and Evolution. — 2011. — V. 28 — P. 2731-2739.

199. Toman Y., Du T., Haley B., Schwarz S., Bennett R., Cook H. A.,
Koppetsch B. S., Theurkauf W. E, Zamore P. D. RISC assembly defects in the
Drosophila RNAI mutant armitage. // Cell. — 2004. — V.116 (6) — P. 831-841.

200. Tomari Y., Du T., and Zamore P. D. Sorting of Drosophila small
silencing RNAs. // Cell. — 2007. — V. 130 — P. 299-308.

201. Tournier B., Tabler M., Kalantidis K. Phloem fl ow strongly infl uences
the systemic spread of silencing in GFP Nicotiana benthamiana plants. // Plant J. —
2006. — V. 47 (3) — P. 383-394.

202. Vaistij F.E., Jones L. and Baulcombe D.C. Spreading of RNA targeting
and DNA methylation in RNA silencing requires transcription of the target gene
and a putative RNA-dependent RNA polymerase. // Plant Cell. — 2002. - V. 14 —
P. 857-867.

203. Van der Krol A. R., Mur L. A., Beld M., Mol J. N., and Stuitje A. R.
Flavonoid genes in petunia: addition of a limited number of gene copies may lead
to a suppression of gene expression. // Plant Cell. — 1990. — V. 2 — P. 291-9.

204. Van Dijk P., Verbeek M. and Bos L. Mite-borne virus isolates from
cultivated Allium species, and their classification into two new rhymoviruses in the
family Potiviridae. // Nederlands Journal of Plant Pathology. — 1991. — V. 97 — P.

381-399.
183



205. Van Dijk P. Carlavirus isolates from cultivated Allium species
represent three viruses. // Neth. J. Plant Pathol. — 1993. — V. 99 — P. 233-257.

206. Vance V. B., Berger P. H., Carrington J. C., Hunt A. G., and Shi X. M.
5 proximal potyviral sequences mediate potato virus X/potyviral synergistic
disease in transgenic tobacco. // Virology. — 1995. — V. 206 — P. 583-590.

207. Varrelmann M., Palkovics L., Maiss E. Transgenic or plant expression
vector-mediated recombination of Plum Pox Virus. // J. Virol. — 2000. — V. 74(16)
—P. 7462-9.

208. Vaucheret H., Vazquez E., Crete P., and Bartel D.P. The action of
ARGONAUTE 1 in the miRNA pathway and its regulation by the miRNA pathway
are crucial for plant development. // Genes Dev. — 2004. - V. 18 — P 1187-1197.

209. Vishnichenko et. al. The 42K Protein of Shallot Virus X Participates in
Formation of Virus Particles. // Molecular Biology. — 2002. — V. 36 (6) — P. 879-
882.

210. Vishnichenko V. K., Konareva T. N. and Zavriev S. K. A new
filamentous virus in shallot. // Plant Pathology. — 1993. — V. 42 — P. 121-126.

211. Vishnichenko V. K., Kaloshin A. A., Riabov E. V., Zavriev S. K,
Cloning of full-length cDNA of the shallot’s virus X genome and infectivity of its
transcripts in sugar beet protoplasts. // Mol Biol. — 2000. — V. 34(1) — P. 167-71.

212. Vishnichenko V. K., Zavriev S. K. Detection of infectious viral
particles in plant protoplasts inoculated with transcripts of full-length shallot virus
X cDNA. /[Arch Virol. — 2001 - V. 146(6) — P. 1213-7.

213. Vishnichenko V. K., Stelmashchuk V. Y., and Zavriev S. K. Cloning
of full-length cDNA of the Shallot virus X genome and infectivity of its transcripts
in sugar beet protoplasts. // Mol. Biol. — 1996. — V. 30 — P. 959.

214. Vogler H., Akbergenov R., Shivaprasad P.V., Dang V., Fasler M.,
Kwon M. O. et. al. Modification of small RNAs associated with suppression of
RNA silencing by tobamovirus replicase protein. // J. Virol. — 2007. — V. 81 — P.

10379-10388.
184



215. Voinnet O. Origin, biogenesis, and activity of plant microRNAs. // Cell.
—2009. - V. 136 — P. 669-687.

216. Voinnet O. Non-cell autonomous RNA silencing. // FEBS Lett. — 2005.
—V. 579 (26) — P. 5858-5871.

217.Voinnet O., Lederer C., and Baulcombe D. C. A viral movement protein
prevents spread of the gene silencing signal in Nicotiana benthamiana. // Cell. —
2000. — V. 103 - P. 157-67.

218. Voinnet O., Pinto Y. M. & Baulcombe D. Suppression of gene
silencing: a general strategy used by diverse DNA and RNA viruses of plants. //
Proc Natl Acad Sci. —1999. — V. 96 — P. 14147-14152.

219. Vrbsky J., Akimcheva S., Watson J. M., Turner T. L., Daxinger L., et.
al. sSiRNA-mediated methylation of Arabidopsis telomeres. // PLoS Genet. — 2010.
—V. 6 —P.e1000986.

220. Wassenegger M., Krczal G. Nomenclature and functions of RNA-
directed RNA polymerases. // Trends Plant Sci. — 2006. — V. 11 — P. 142-151.

221. Watson C. J. & Jackeson J. F. An alternative procedure for the synthesis
of double -stranded cDNA for cloning in phage and plasmid vectors. In: DNA
cloning: a practical approach. // DNA Cloning: A Practical Approach. —1986. — V.
1-P.79-88.

222. Weinberg M. S., Villeneuve L. M., Ehsani A., Amarzguioui M.,
Aagaard L., Chen Z. X., Riggs A. D., Rossi J. J., Morris K. V. The antisense strand
of small interfering RNAs directs histone methylation and transcriptional gene
silencing in human cells. // RNA. —2006. — V. 12 (2) — P. 256-262.

223. Willmann M. R., Endres M. W., Cook R. T., Gregory B. D. The
functions of RNA-dependent RNA polymerases in Arabidopsis. // The Arabidopsis
Book. —2011. - V. 9 - P. e0146.

224. Winston W. M., Molodowitch C., and Hunter C. P. Systemic RNA. in
C. elegans requires the putative transmembrane protein SID-1. // Science. — 2002.

— V. 295 — P. 2456-2459.
185



225. Wylie S. J., Li H. and Jones M. G. K. // NCBI Genome Project
Unpublished. — 2013.

226. Xie Z., Johansen L. K., et. al. Genetic and functional diversification of
small RNA pathways in plants. // PLoS Biol. — 2004. — V. 2(5) — P. e104.

227. Yamasaki S., Sakai J., Fuji S., Kamisoyama S., Emoto K., Ohshima K.
Comparisons among isolates of sweet potato feathery mottle virus using complete
genomic RNA sequences. // Arch.Virol. — 2010. — V. 155 — P. 795-800.

228. Yamashita K., Sakai J. and Hanada K. Characterization of a New Virus
from Garlic (Allium sativum L.), Garlic Mite-borne Mosaic Virus. // Ann.
Phytopathool. Sooc. Jpn. —1996. — V. 62 — P. 483-489.

229. Yanbin Y., Fischer D. Identification and investigation of ORFans in the
viral world. // BMC Genomics. —2008. — V. 19 — P. 9-24.

230. Ye K., Malinina L., and Patel D. J. Recognition of small interfering
RNA by a viral suppressor of RNA silencing. // Nature. — 2003. — V. 426 — P. 874-
878.

231. Yelina N. E., Savenkov E. I., Solovyev A. G., Morozov S. Y., and
Valkonen J. P. Long-distance movement, virulence, and RNA silencing
suppression controlled by a single protein in hordei- and potyviruses:
complementary functions between virus families. // J. Virol. — 2002. — V. 76 — P.
12981-12991.

232. Yin Y, Fischer D. Identification and investigation of ORFans in the
viral world. // BMC Genomics. —2008. — V. 19 — P. 9:24.

233. Yu B., Yang Z., Li J., Minakhina S., Yang M., Padgett R. W., Steward
R., and Chen X. Methylation as a crucial step in plant microRNA biogenesis. //
Science. — 2005. — V. 307 — P. 932-935.

234.Yu D., Fan B., MacFarlane S. A., Chen Z. Analysis of the involvement
of an inducible Arabidopsis RNA-dependent RNA polymerase in antiviral defense.
// Mol Plant Microbe Interact. — 2003. — V. 16 — P. 206-216.

186



235. Zamore P. RNA interference: listening to the sound of silence. // Nat.
Struct. Biol. —2001. — V. 8 — P. 746-750.

236. Zavriev S. K., Vishnichenko V. K. Allexiviruses. In Virus Taxonomy:
Seventh Report of the International Committee on Taxonomy of Viruses. Marc
H.V. van Regenmortel, Claude M. Fauquet, Dave H.L. Bishop, E. B. Carsten, M.
K. Estes, S. M. Lemon, J. Maniloff, M.A. Mayo, D. J. McGeoch, C. R. Pringle, R.
B. Wickner // Academic Press; 1st edition. — 2000 — P. 981-984.

237. Zhang H., Kolb F. A., Brondani V., Billy E., and Filipowicz W. Human
Dicer preferentially cleaves dsRNAs at their termini without a requirement for
ATP. // Embo J. —2002. — V. 21 — P. 5875-5885.

238. Zilberman D., Cao X., Jacobsen S. E. ARGONAUTE4 control of
locuss-pecific sSiRNA accumulation and DNA and histone methylation. // Science.
—2003. - V. 299 (5607) — P. 716-719.

187



