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MOJIEKYNIAPHO-TEHETUYHI
MEXAHI3MU CTIMKOCTI POC/IUH
00 BIPYCIB

AHQuizyomech CYHacHl VRETEHNT R0 MOISKWIRPND-26HE=
mitn mexanizmu cmifixocmi pocaun do efpyele. Poseandarms-
on dal cmpamezit anmueipyeHoo 3axucmy pocaun, oiymogieni
R-zen-onocepethcosanion sexailtaan | ROCHmpatcr pnu i
moawairam eehie (PHE-wosuaina). Hosedeno npuraadu eu-
KOPUCITONKA FXUCHL. Mexaifzuie did ompusanis copmia
pociud, cmifikux do eipycie, 3 donoME20N 2EHNO-INNCENED-
HIEX mexnotoi.
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Beryn. 3 wacie EMHMKHEHHS NIOACEKO] LUHBi-
nizauii ypaxeHHs KyNbTYPHHX POC/IHH Pi3HHMHM
NaToreHaMM Mano IHAYHHA BIMHB HA IXHIO BpoO-
HaiHicTh, a8 oTxe, i Ha Onaromonyyuyd monen.
HespaxaouW Ha Nporpec B yCix Fany3ax HaykH i
eKOHOMIKM, iHdekuiiHi XxBopobu pocinH | Tenep
CIPHYHHAKOTE BENHKI 30MTKH B POCIMHHHLTEL.
JpocTaHHA YHCENBHOCTI HACENEHHSA HAa HawWiM
MJIaHeT Ta !ID'UFPEC}’IGHE IMEHLIEHHA 3eMEeNbBHHX
VIiflb, NPUAATHHX AN 00poBITKY, IMYILIVIOTL BH-
KOPMCTOBYBATH PizHi METOOMMHI Niaxoay i 3axo-
IH, cnpaMoBaHi Ha 30epeXeHHA CibLCLKOroCcno-
napcekol nmpoaykuil. OOHHM i3 HHX € XiMiyHHi
3AXHCT POCIHH Bl HANRDINBL MOWWPEHWY 3aXBO-
proBaHk, BUKOPHCTOBYIOYH NECTHLHMAN, BAACTLCH
YCMIIHO KOHTPONKIBATH PO3BUTOK OaraThbox
IHEKWIA, WO BUKIWMKAIOTHCH PIZHOMAHITHHMM
NaToreHaMM, OJHAK NPH LBOMY 3HAYHO MOTipLIy-
€ThCA 3NOPOB'A Aloaei i cran noskinns. Bnposan-
AEHHA BHCOKOEpOXaiiHux coprtie 3abesneuve
3POCTAHHA NPOAYKTHBHOCTI CilbChKOrocnoaap-
CBKHX KVIIETV], ANle cpHse NollHpeHHIO enidiTo-
Tiit cepen reHeTHYHO CNOopiaHeHHY BUAIB POCIHH,
MMpoTe, wiTKOM OYEBMAHO, WO BHKOPHCTOBYIOYH
BJACHI 3aXWCHI MEXaHi3MH POCIHH, MOXHA 10-
carti Ginbin eheKTHRHOTO | eKONOTiYHO Besney-
HOTO 3aXHMCTY POCAWH Bill MATOrEHiB.

3araneHi NPUHLMNKM Knacugikauil 3axMcHHX
MEXaHi3MIB (MexaHiaMiB cTifikocCTi) pocnMH wWe
OCTATOMHO He po3pobieHi. ICHYIOTE pi3Hi piBHi i
KpuTEpil y BupilieHHi npobaemun knacudikauii
ABHLI BipycocTilikocTi. ¥ BinnosinHocTi 3 UMM
NMPHPOOHY CTIAKICTD PO3INALAIOTE AK AKTHBHY Ta
nacMBHY — 38 XapakTepom peakilii pociHH Ha
Bipyc; 3araibHy Ta cneuMgiyHy — 3a CHeKkTpoM
0ii; BEPTMKANLHY, TOPU30HTANEHY, MONEOBY — 38
enileMioNoriYHHMH XapaKTepUCTHKAMH, MOHO-
reHHY, DNIrOreHHY, NONireHHY, TOMIHAHTHY, peue-
CHBHY — 3a cnocoboM reHeTHYHO! neTepMiHaLii;
IMYHITET, EKCTREMANEHY CTIHKICTE, HANYYTAMBICTE,
TONEPAHTHICTL, CTIHKICTL 10 YpaXeHHs, CTIHKICTL
00 nowupenHs iHgekuii, crilikicTs 1o nepeHo-
LIMKIB BIpYCiB TOWD — 33 MexaHi3MaMK ofiMexeH-
HA iHdeKkLl. PeHOTHNOBHM NPOABOM NPHPOIHOT
cTiikocTi Moxe OyTH #K MOBHA BLICYTHICTb
30BHILIHIX 03HAK 3aXBOPIOBAHHA, TAK 1 MOfABa MO-
3a1KH, MOBTYXH, CHIBHOTO NPUTHIYEHHA POCTY 4M
HABITL TOTAILHA HEKPOTH3AUIA | BioMMpaHHA poc-
nuH [2]. ¥V Bunanky obmexeHHs BipycHol iHdekuii
HA TKAHWHHOMY piEHI HaH0INkLL NOKAZOBOIO € HAl-
yytnuea peaxkuia (HYP) pocnuuH-xassie, ocHoB-
HUMH NpoABaMM #KOI € Jokanizauis sipycHol
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iH(eKUIl ¥ NepBMHHHX YPAKEHHAX Ta 30HAX, IO
MEAVIOTE 3 HMMH, a TAKOX PO3IBHTOK HabyTol
CTIKOCTI 10 MOBTOPHOTO ypaxeHHs sipycom. Ca-
Mg HAO4MYTAHBI POCAMHH CAYIYIOTE IOCHTL 3py4-
HOIO MOOENIH 1A BMBYEHHSA MeXaHiaMie Bipy-
cocTiikocTi. Xoua y po3yMmiHHI MexaHizMib
CTIHKOCTI pocnHH Bke € Barato NOCATHEHb, MO-
JIEKYASIPHO-TEHETHYHI TIPOLECH, 3aBASKH SKUM
POCIMHI BAAETLCA NPOTHCTOATH NATOMEHAM, B
NoBHIA Mipi 3a/MWATLCH HE 3'"coBaHuMH. B
AaHii poBOTi MM MANH 33 METY NMPOaHANIZYBATH
reHeTHYHI AeTepMiHaAHTH BipycocTifikocTi Ta no-
YATKOBL eTANK B3aEMOIT NAaTorTeHa i POCIMHHU-Xa-
35THa, AaKUEHTYIOMM YBAry Ha CTpaTerifax BipycHo-
ro maroreHesy Ta KIKYOBMX MOMEHTAX BIANOBIMI
¥a34iHa, a TAKOX TNPOAEMOHCTPYBATH MOXJIH-
BOCTI MPAKTHYHOTO BUKOPHCTAHHA 3aXMCHUX Me-
XaHIi3MIB B HeTpaaMUiiiHii cenekuil pociuH.

Haguytnnea peakuis i R-ren-onocepenxopani
3AXHCHI MeXani3MH

Hanuyrnuea peakuis (HUP) — ue 3axucua
CHCTEMA, AKA AKTHRI3YETBHCA B GATATROX BHLUMX
POCJIMH ¥ BiINOBiAL Ha iH(IKYBAHHA NATOrEHOM i
XAPAKTEPH3VETLCA WBHAKOK HEKPOTH3ALIED
iHdikosaHux kniThH [3]. Hekporusauis pociuu-
HHX KJIiTHH noaibHa 1o anontody (3anporpaMo-
BaHE BiIMHPaHHA KNiTHMH) y TBapMH Ta KOMax i
Bigirpae saxuBy poib B 0DMEKEHHI NATOTEHIB Y
Micusax ix npoHukHeHHa [4—6]. Hanuyrausa pe-
aKUif CYNPOBOLKVETHCA pAaoM BioxiMiuHmMx,
(izionorivHMUX T2 MONEKYISPHUX NMPOLIECIB, NOA-
BOW peakTuBHOro KucHw (O H:0:; tTa OH7),
3POCTAHHAM JMOKCHIeHA3HOI AKTHBHOCTI, CHH-
Te3oM diToaneKcHHIB, BLUIKNANAHHAM NIrHiHY Ta
HAKOMHWYEHHAM NaToreHe3-acouiioBaHux DinKis
[7]. HUYP 36iracThcs 3 NpUIHideHHAM perutikauii
Ta MOLWIKWPEHHAM Bipycy, OAHAK NPAMMX 10Ka3iB
TOTO, WO BOHA Ge3nocepenHbo iHribye Wi npoue-
CH, Hemae. MonexkynapHi Ta BiOXIMIYHI Me-
XaHi3MH, AKi Bianoeigaiots 3a HYP B pocnuHax,
Hapa3i AocteMeHHo Hepinomi. Cnin 3a3Ha4yuTH,
WO CTIHKICTE HE 3aB#JIH MOB'A3aHA 3 HAOYYT/IH-
BOW 3arubenni pOCAMHHMX KIITMH, i 3a1IM-
IIAETLCA He3po3yMinuM, yu € HYP zanporpamo-
BAHOW i 3AKOHOMIPHOW, 4YH BOHA € NHIIE
BHUMAIKOBHM, MODIYHHM HACNILIKOM BINacHHX 3a-
XHCHMX peakuiii [8, 9].

B nerepmiHalii BipyCHOI NaroreHHoCTi BM3-
HAYHA POk HANEXUTE XazaiceKHMM daxropaM
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[10]. Ak npaeuno, cTiAKICTE 10 BipyCiB KOHTPO-
NWETRCA oAHKWM TeHoM [11]. Tak, HANYYTAHBICTD
10 BTM y neskux copris THOTIOHY KOHTPOMIOETh-
cA AOMIHAHTHUM reHoM N, olepxaHuM BiL AM-
koro Buay MNicofigna glutinosg B pe3yaeTaTi
MixBuaosol ribpuansauii [12]. Pocauuu TioTIO-
Hy 3 N'-reHoMm, yenankoBaHHM Bil iHILOTO IHKO-
ro euay — Nicoriana sylvestris, 30aTHI nokaniay-
BatH nuwe wramu BTM, wo cnpuydHa0Tb
Hekpo3d. Pi3HOBHAM TIOTIOHY 3 PELIECHBHMMHU re-
HAMH N 4K N° HA IHOKYNSALII UMM BipyCOM peary-
10Tk CHCTEMHOIO iHdekuicio. B Takux pocinHax
BTM zazeuuail moWWPIETHCA CHCTEMHO, BHK-
JTHEAKYH MO3aT4H] cHMnTOMM. Beaxanock, wo
HEKPOTHYHA Peakllia pociuH 3 reHaMd N abo N°
obyMmoBieHa nonibHumK Mexadismamu [13] i e
pe3yNETATOM MOCTIAOBHHX Peakuii, AKi aKkTHBY-
IOTLEA NMPOAYKTAMH BIPYCHOIO FEHOMY 4M YMHHU-
KAMH, CHHTE3OBAHMMM B pe3ynwTaTi BipycHOl
penpoaykuii. Misviwe 6yno scranosneHo [14—
16], 110 aKTHBALIIS LMX NBOX TEHHHX CHCTEM 0by-
MOBJEHa PI3HUMH MexaHizMaMM 33 yyacTio
Pi3HHX YHHHHKIB ¥ pociHH 3 N'-reHOM TakuM
YHHHHKOM € Blnok obonoHKH, Toal AK And poc-
TTHH 3 N-TeHOM OCTAHHIN HEe € BU3HAYANBHHM, | B
iHaykuii HYP ©epyrbh y4acTs iHW YuHHMEH. B
UYTIHBHX POCIHHAX 3 MM FeHOTHNOM Dinok obo-
noHkd BTM moxe Buknukati nonibny oo HYP
BiONOBiAL (YTEOPEHHA NOKATEHHX HEKPO3iB), OI-
HaK pOCNHHH He CTalTh cTiikMMM 0o BipycHOL
iHdhekLil 1 BIpYC NOWMWPIOETLCA CHCTEMHO, BHK-
JHKAIOYH CYBOPi HEKPOTHYHI YPaXEHHA POCIHH=-
HOT TKaHuHH [17].

[MopieHanEHE BMBYEHHA iHdekuiiiHoro npo-
LECY ¥ YYTNHMBHX | HAauyThHBeKX wono BTM poc-
JIHH TOKa3ano, Lo BOHH MAaloTk 3aXHCHHA Me-
XaHi3M, ONHAKOBC eheKTHBHWI LLOMO NEPBHHHOIG
iHhikyBaHHA NATOreHOM, AKHH BHMpaXAETLCA Y
3B'AIYBAHHI TA IHAKTHBRALLT BipYCHMX YACTOK HA Ky-
THKYI | KNiTHHHUX cTinkax [18). [NpunyckaeTses,
10 B iHAKTHBALLIT BipioHis DepyTh Y4acTh PEYOBH -
HH KJITHHHHX CTIHOK, ¥ TOMY YMHCAI NPOTETHA3H
ta PHKa3zu. B peaynerati oii MexaHiaMmy nepBuH-
HOTO 3aXMCTY B KIITHHM noTtpanage OnM3eko | %
BIPYCHHMX YacTHHOK, AKI 3B'A3aMHChL 3 NTMCTKaMH
MpH MexaHivHii iHoKynsuil. OnHak y HanuyTIu-
BMX POCIHH JOJATKOBO JiIOTE | MexaHiaMu obme-
HEHHA IHPEKUIHHOTO MPOLECY, CNpAMOBaHI Ha
nokanizauio sBipycy (HAaKOMW4YEHHS AHTUBIpYC-
HHX pE4YOBHH, HEKpPOTH3alid iHQIiKoBaHHX
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KNITHH), i pO3BHTOK HabyTol cTilikocTi A0 noB-
TOPHOTO YPaXeHHA BipycoM, TOOTO BKNIOYAIOTECH
pi3HOMAHITHI MEXaHi3MK akKTHBHOro 3axucty. B
A0CIAAX MO NEPeHEceHHI0 reHa N 3a NonoMorow
TPAHCNO3IOHIB KYEYPYILIK Ac B KIITHHH YYTIMBO-
ro TIOTIOHY (mr) DYN0 BCTAHOBNEHO, WO WeH r'eH €
€AMHO HEODXiIHWM | [NOCTaTHIM ANA PO3BUTKY
HYP oo BTM [19].

Inaykuii HYP nepenye cneuwndpivne enizHa-
BaHHA Bipycy, Ake y GilnbwocTi BUNankie Ba3veTs-
CA Ha B3aEMOAil NPONYKTIBE NOMiHAHTHMX TEHIiB
peaucteHTHocTi (R) pocnuH i BiANOBLIHMX reHiB
apipyneHTHocTi (Avr) Bipycis [20]. AMepHKaHChb-
kuMm chitonaronorom @nopom we B 1947 p. Gyno
3aMponoHOBaHO MOOENb B3AEMOAIl B CHCTEMI
pOCIMHA—MATOreH, HUHI BIIOMY K TEODIf «TeH-
Ha-reHs [21]. 3a nonomMorow Uiel Mogeni MoXHa
YCIIWHO ONMUCYBATH NpoUecH B3aeMolii natore-
Ha i xa3aiHa B Pi3HHX NaTocucTeMax. 3a OCTaHHi
10 pokis 6yi0 KNOHOBAHO pAld TeHiB CcTiKoOCTi
pPOCNMH Ta BHABIEHO NPOAYKTH iX ekcnpecii. 3
iHIWOro BOKY, ¥ TPROX TONOBHHMX TPYNAax NaToreHis
(GaxTepii, rpubu Ta BipycH) GyaH BUALNEH] Ta oXa-
PAKTEPU3IORAHI BLANOBIAHI reHH aBipyneHTHOCTI,
IO Y3IrOMKYETBCH 3 TEOPIEID «reH-Ha-reHs [22]. B
OesiKUX BHMankKax NPONYKTH reHiB asipyneHT-
HOCTI MOTJTH JIATH AK eNICHTOPH, L0 € NEBHUMH
smetabonitamu QiTonaroredis, NiA AKHX Ha poc-
JJHHH II]JHBBD,L[HT!: 00 BEKIHOYEeHHA 3aXHCHHX ]'.'IE-
aKliii B pocnuHHux TkaHuHax. Mo enicuTopis
BITHOCATL TAKOX PEYOBMHM, AKI YTBOPIOWOTLCA ¥
MNOWKOIKEHHX pOCIMHHKX KniTHHax. Lli peuoBu-
HH i0Th NOAIGHO 10 FOPMOHIB, AKI NOWHPIOKOTb-
CA MO POCAHHI, 3B'A3VIOTRCA 3i cneundiuHHMHK pe-

UenToOpaMH Ha KINiTHHHHX MewmbGpaHax Ta
iHILIIOWOTE Kackal 3axMcHMX Mexadiamis [23].
MMpu BipycHux iHdekUiax DYHKLLT enicHTopiB MO-
¥YTh BHKOHYBaTH EHAOTEHHI onirocaxapuam [24],
FNIKONPOTEIHK MIKKIITHHHOTO npoctopy [25] Ta
KOMMOHEHTH KNITHHHHX CTIHOK pocnuH [26].

Hespaxawun Ha WHPOKEe KONO NATOTEHIB
(Bipycu, Bakrepii, rpubuH, HemaTomu, KOMaxH),
BCi R-reHW KooywTh HE3HAYHY KiNbKICTb THIIB
Ginkie 13 3arankHHMH KOHCEPBATHBHHMM JiIAH-
kamu. Jlo TaKMX CTPYKTYP HalexaTh CaiT 38'A3y-
BAHHA HykneoTHais (nucleotide-binding site,
MNBS), obnacre 3baraueHux neifUMHOM NOBTODIB
(leucine-rich repeat, LRR), ofnacts 3 romo-
NOri€ 40 UHTONAAIMATHYHMX DOMEHIB peuen-
TopHoro Ginka Toll Drosophila Ta peuentopa
inTepnedkina-1 ccasuis (Toll/Interleukin-1 recep-
tor, TIR), cynepcnipantHa crpykrypa (coiled-coil
structure, CC), TpaHcMemBGpaHHMii noMeH (trans-
membrane domain, TM) Ta aomeH cepun,/ TpeoHiH-
cneumdivHoi npoTeiHkinam (serine/threonine pro-
tein kinase domain, PK) [8]. INopisHsasHHit aHamis
psany R-renis cBinMuTs Npo ix cninbHe NOXomKeHHA
Bil OpeBHLOT POOMHM TeHiB 1 YTEODEHHS ILLTAXOM
myrunikaui, myrauiidt Ta pexkomGinauii. Bei Bonu
CTIOPIIHEHI HE3aNeXHO Bill TOro, NPOTH AKOTo
THIY NaToTeHa ioTh [27].

R-reHH pe3sHCTEHTHOCTI pPOCAMH 3a3BMvai
BIAHOCATE A0 N'ATH Knacis, c(hOPMOBAHHX 3a BH-
NOM POCTMHH-XA381HA Ta PiSHOBMAY KYNLTYPH
[28]. Haitbinbwmii xnac R-reHis komye nesHui
THN Dinka, AKMHA MICTHTL 3ralaHi HYKIeoTuin-
3B'A3YBANLHMA caiT — NBS Ta neitumy-36arayy-
panbHMA noeTop — LRR (TaGn. 1),

TaGnuusa |
Jleaki rpynn nomMiHARTHHX redis cTifikocTi (R) npoTw gipycie Ta inmHx naTorenis [28]
R-renn Pocannm Matoreqn Tunwu Ginka
Prf TomaTH Pseudomonas syringae LZ-NBS-LRR
Mi TomaTH Meloidogine incognita LZ-NBS-LRR
Rx KapTonna X-pipyc kapronni LZ-MBS-LRR
HRT ApaBinoncue Bipyc cknanuactocTi TVpHEnca LZ-MBS-LER
Sw-5 TomatTH Bipyc GpoH3I0BOCTI TOMATIE LZ-MBS-LRR
12¢ Tomarn Fusarium oxysporum MBS-LRR
Bis2 Mepeuw Xanthomonas campesiris MNBS-LRR
Mial Kanycra Blumeria praminis CC-MNBS-LRR
N TioTIoH BTM TIR-NBS-LRR
RFP54 ApablooncHe P, syringae TIR-NBS-LER
Cfo TomaTi Cladosporium fulvem LER-TM
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297-301
320-325
C[D MBS LRR
Ntr I-.--..':.-: hEr
8 150 216-224
297-301
320-325

Puc. 1. Cremarune 3o0paxens Dinkis N ta Nir. MNoxa-
3aHO TpH dyHELIOHANBHO-akTHBHT doMeHH: CD — umro-
MAAIMATHYHHE INOMEH, TOMONOTIYHHA LIMTOMIAIMATHY -
HomMy oomeny Toll apoaodinn Ta inTepnefikiva- | ccaruie;
NBS — nykneotun-3s'asysansiui cadt; LRR-nefinun-
abarageda obnacte. MNir inenTHanuid N-0Dinxy, 3a sukno-
yeHHAM 36 amiHOKHCHOT, SKi BlocyTHI B NUr 3 Goky kap-
DoKcHABHOT rpyna [ 19]

Bei pinomi Ha ceoroaHi R-redu BipycocTidkocTi
BIIHOCATH 00 ULOTO Knacy. He3saxalouu Ha cTpyK-
TYPHY NOAIGHICTE BUIKIB — NPOOYKTIB FEHIB Bipy-
cocTiiikocTi, BCi BOHM (YHKUIOHYIOTE MPOTH
Bipycie, He cnopilHenux Mmix cobow. Tak, y
Arabidopsis thaliana renn ctifikocti RCY1 ta HRT
KOAyHTh OUIKH, noaibHi Mk cobowo Ha 91 %, ane
etheKTHBHI MPOTH BipyCIB i3 PI3HKX TAKCOHOMIMHHX
rpymn: Bipycy oripkopoi Mozaiku (Cucumovirus) Ta
Bipycy cknamyactocti typHenca (Carmovirus)
BLANoBiAHO. ToMy HoCHiIHMKAM HeOGXIIHO Bpaxo-
BYBaTH, Wo R-0inkuK, HagisxuaidHo noaibyi 3a Mo-
NEKYAAPHOK DYAOBOW, MOXYTh BHKOHYBaTH
30BCiM pizHi dywHKwLl

B mexax penukoro knacy NB5S-LRR-smicHux
reHie crifikocTi Ha ocHoei Oynoeu N-kiHuesoro
NOMEHA MOXHA BUALTHTH TPM ninknack Binkie: i3
cnipaibHo 3akpyyeHum aomexom (CC-NBS-
LRR), nomeHoMm i3 neiiUMHOBOW 3acTiBKOW
{leucine zipper) (LZ-NBS-LRR) ta TIR-nome-
HoMm (TIR-NBS-LRR), roMonorivnum oo N-
KiHuesoro aomeny 6inka Toll apozodinu Ta
iHTepneikina-1 ccaBuis.

N-reH HanuyrTnueocti Tiotiony 10 BTM nane-
#WTh 0o nmigknacy TIR-NBS-LRR-reuis. [1po-
I¥YKTOM LULOIo reqa € Dok 3 MOTeKYJIApPHOIO Ma-
coto 132 xlla. [MonidHicte N-KiHUEBOTO NOMEHY
uboro Ginka 00 UMTONAA3MATHYHOIO JOMEHY
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binka Toll nposodinu (Ha 55 %) Ta peuentopa
inTepneikina-1 (Ha 49 %) ccaBuip nae nincrapu
MPUOYCTHTH, WO 0iOK MONEKYASPHOK Ma-
cow 32 k/la, nonibHo no ABOX IHILKX, Bepe yyacTh
¥ nepenadi curiany sin N-reHa 1o iHIIHX reHiB,
AKI KOOVIOTh CHMHTE3 peyoBHH, HeoOXioHWX 19
PO3BMTKY CTiliKoCTI pocanH woao BTM [19].

CrpykrypHo-dyHKUIOHANBHHI aHani3 Biaka —
NpoOYKTA TreHa cTilikocTi nokasas, wo cair
IB'AIYBAHHA HYKIEOTHIIB BUABIAETLCA TAKOXK Y
Dinkax i3 KinasHowo Ta ATMasHow AKTUBHICTH.
MN-BinoK MICTHTE TPH AUIAHKM, XapakTepHi ans
iHwux ATD/TTd-3s'asypansuux Ginkis, TOMy
JOPEYHO MPHIYCTHTH, WO UeH DLIoOK TeX MOoXe
se'asyeaTi AT ta [TdD, sHaveHHa AKUX BCE LWe
JATHIWAETECA HE3POIYMLUIMM, X0Ya BIIOMO, LD
sg'AsypaHHa [T HeobxinHe BNponoBX KNITHH-
HOTO pocTy Ta Judepenuianii [29]. ATdasny ak-
THBHICTb Byno BecTaHoBneHo ana apox R-Ginkis,
ane podk rigponizy ATD y pyHKLIOHYBaHHI reHis
pe3rcTeHTHOCTI Bee we Hesiaoma [30]. LRR 6yno
puABneHo v Ginkax, Aki GepyTh y4acTh ¥ CMI-
HaJbHill Tpancaykuii, aaresii kniTuH, Ginok-
GinkoBOMY 3B'A3YBAHHI uM BiNOK-BYINEBOOHIN
B3aemonii [31, 32]. LRR-nomeH MicTHTBE npH-
HaltMHI “MOTHPH HEMOBHI TaHjaeMHi nosropu. L
NOBTOPH NPMCYTHI B BaraThoX PI3HOMAHITHMX
kaacax Dinkis i MOXYTh 6YTH AK UMTONAAIMATHY-
HHUMH, TAK i MO3AKTITHHHHMHK. 3a NONOMOTOI0 MY-
TauiiHoro adanisy MN-0inka Nicotiana glutinosa
OyN10 BCTAHOR/IEHO, LLLO MYTALLIT B YCiX TPLOX 10Me-
HAX SHHAVIOTh CTiKicTe no BTM, wo moxe
CBIIMMTH NMPO MOKIUBY POJb KOKHOMO 3 HMX ¥
pOsnizHaBadHi naToreda i inaykuii criikocti [33].

Baxnueow ocobausicrio excnpecii R-redis,
AKI KoayioTs Ginke 3 nomeHamMu TIR-NBS-LRR,
€ Te, WO JeAKi 3 HUX iHIUI0I0TE YTBOPEeHHA NPH-
HaiMHI HE ONHOID TPAHCKPHNTY 3aBASKH anbrep-
HaTHBHOMY crinaitcuury. Tak, N-reH TioTioHy 3a-
MOMATKOBYE IEA TPAHCKPHITTH — MOBHOI IOBXHHH
(full-length (M) Ta skopouenuit (truncated (Ntr)
(pHc. 1).

lenye aymka, W0 ankTepHATHEHHA cniafdcuur
MN-reHa Ta BIIHOCHA WIBKMAKICTE CHHTEZY ABOX M-
MaTpuuk perynoerecd BTM-inaykosanmumu cur-
Hanamu [33]. @yukuii piaHux TpaHcKpUnTiBE TA iX
MORIHBHX NPOLYKTIE 3A1HIIAKTECH HEBIIOMM-
MH, alle BHBYEHHA MOIEKYIAPHUX ocobnuBocTel
ekcnpecii N-reHa TIOTIOHY NOKA3A10, WO Chaan-
CHHI i HeoOXiiHE CNIBBIIHOWEHHA TPAHCKPHITIB
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BAPOAOEX BCHOTO MATONOTIYHOrD MPOUECY Biair-
paTh KIKYOBY poas v cTiikocTi |8, 33].

Hespaxawun HA AOCTYNHICTE KAOHOBAHMX
reHiB PesMCTeHTHOCTI Ta NPOAYKTIB TEHIB aBipy-
JNEHTHOCTI MaToOreHie, BCE 11e 3AAMIIAETHCA He3-
PO3YMUTMM, AKHM YMHOM BiabyBaeThCs npouec
IXHBOID B3@EMHOTO po3nisHaepaHHA. Cnovatky
Dyno 3anponoHOBAHO PELENTOP-NIraHAHY MO-
nenb B3AEMOAli, 3riiHO 3 AKOK IeHH CTiikKocTi
POCAHH KOOYVIOTE NMPOAYKTH, AKi (PYHKUIOHYIOTh
HK PELEenToOpW And BNi3HABaHHA cneundiyHHx
MPONYKTIB reHiB aBipyIeHTHOCTI Ta iniuiiauii cur-
HATBHOT TPaHCAYKLI, WO MPU3BOAHTE BpeLTi-
PELIT A0 HANYYTAHBOI BLANOBIAL Ta CTIHKOCTI poc-
NHUH [34]. Binomo, mo 6yab-akuil BipycHMi Blnok
Moxe yHrUioHyBaTH AK cneuudiuna AVR ne-
TepMmiHaHTa (Taén. 2). Tak, ans inagykuii HYP y mio-
TioH] NMN=redoTHny HeobxinHa BipycHa pennikaza
126 k/la [35].

Mpouecu 36yKeHHA peuenTopa Ta AKTHBALLIT
FeHiB IMYHHOI BIANOBLAlI ONOCEPEIKOBAHI CHI-
HANBHOI TPAHCAYKLUIEW, TODTO nepenayen cur-
Hany, B xoai AKOl ocTaHHii BaraTopazoso nincu-
mwoersea  [36]. Ue# npouec 3ailcHIOETHCA
CUIHANIBHHMM CHCTEMaMM, Aki OepyThb y4acts B
perynauii pisHUX CTORIH MMTTEMIANBHOCTI Op-
raniaMy. Cxema, 3a A0NOMOroI0 AKOI MOXHA NO-
ACHHTH PELEnTOP-iHAYKTOPHY MOOENL Ta AKHM
YHHOM MpoaykTH N-reHa MoxXyTh BpaTH y4acTs B
CHIHANBLHIW TpaHCAYKUIT, 300paxeHa Ha puc. 2.

3a wicwo monenmw N-Binok, noaibHo 1o uM-
TonnasMatiyHoro Binka Toll oposodinu ta pe-
uenTopa iHTepaeikidHa ccasuis In-1, Moxe
(yHKUiOHYRATH fAIK peuentop, AkWil Oeanoce-
pPEOHBLO B3AEMOMIE 3 MPOAYKTAMH TeHiB asipyne-
HTHoeTi BTM i 3anyckae kackal 3axMCHHX pe-

TMY

TMY Transcription %ﬁ;]:

and Translation

ROls
Resistance >
Transcription Factor(s) b
o
Defense gene
activation

Pue. 2. Mosnusa moaens cHrHansHol TpaHcaykuli, ono-

cepeakopaHol BinkoM N: CW — knitunea ctinka, PM —

naaiMaTiiHa membpada, ROls — akrusdi dopmu kKne-
Hio [19]

akuwiit. Llbomy nepeaye nNpoHUKHeHHs Bipycy B
KNITHHY Ta ekcrnpecia sipycHoro redomy [37].
Crnoyarky TpaHC/IIOETECA BIpYCHA perJiikasa, He-
ofxiaHa 1nA penpoaykuii Bipycy B LMTONAA3IMI.
Came pennikasa, Ha aymky Whitham Ta in. [19],
HeoOxinHa wns 3anycky HYP, nosagk Hi iHTAKTHI
BipioHM, Hi BipycHMI KancHAHWH BLI0OK OCTAHHIO
He BUEAMKAKTh. B uxTonnasmi N-6inok moxe
AKTHBYBaTH (PakKTOp(H) TpaHckpunuii (transcrip-
tion factor(s)), AKMH IHOYKYE EKCTIPECiD TeHiB,
HeoDXiIHMX and onocepeikosBaHoi N-DiTKOM
HAIMYTAMBO! Binnmoeini.

3a nonomMorolo peuenTop-niraHaHol mMogeni
MOMHA MOACHMTH CTIHKICTE pocnivH Ao Gak-
TepianbHOI Ta rpubHoi iHgekuii [38]. Oanak pobo-
TH Oesakux asropis [28] ceimyaTe Npo BiACYTHICTH
NpPAMOi B3aEMOii Mix npoaykTaMu redies R ta Avr
npH iHGIKYBAHHI POCTUH BipycaMmH,

Tabnnua 2
Foonosani resn crifikoct] Ta sipycni 6lukn, axi dynkulonywTs ag AVR serepminanm [51]
lenn eTifikocTi Pocanxm Bipven AVE neTepMisaHTH
N Nicotiana sp. BTM Penaikaza
Rxl Solanum tuberosum X-pipye kapTonni Binok obononkx
R &, ruberosum X-pipye kapromni Binok oGonoHKK
HRET Arabidopsis thafiana Bipve cxnamqarocti TypHenca Binok ofiononku
eeorype Difon-17
RCYI A. thaliana ecotype C24 Bipve oripkopol Mo3aike, wram Y Binok obonoHkH
Sw-5 Lycopersicon sp. Bipyc GpoHI0B0CT] TOMATIR PHK-zanexHa PHK noaimepasa
¥-1 5. tuberosum Y-Bipyc kapronai He minomo
Tm-2 Lycopersicon sp. Bipyc Mozaiki TOMaTiB TpaHcnopTHH Ginok
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Binbir BiporigHoK BUOAETECA MOAENL, ¥
BULMOBIIHOCTI 3 AKOW NPOIYKTH TeHiB cTiifkocTi
AKTHBHI B cKiani DLIKOBMX KOMIIEKCIB, AKi, oue-
BHIHO, 1 € NMOBHOWHHWMH peuentopamu. o
rimoTe3y Bnepiue sanponounysanu Yan der Biezen
Ta Jones [39] i Hazpanu <rinoTE3010 OXOPOHLA»
(«guard hypothesis+). 3a Ui€l0 TriNOTE3010 NATOTEH
CMpH4YHHIOE Moaudikauil (3MiHIOE TPETHHHY
cTpykTypy) Binkis-oxoponuis (guardees), wo Bxo-
OATE 00 CKAANY KOMILIEKCY | TAKHM YMHOM aKTH-
eye R-Binok, axuil i 3anyckae cUMrHalbHUA Kac-
Kaj, pe3ynsTaToM AKoro € crifikicTs. Lo rinoreay
Gyno nigTerepaxeHo B cucteMi Arabidopsis thalia-
na — Bipyc cknandacrocti TypHency [40], a otpu-
MaHi HELOAABHO JAaHi CBIIYATh HA KOPHUCTh ICHY-
paHHA R-binok pMmicHux komniekcis [41—44]. 3a
JOTIOMOTOI0 «TiMOTEIM OXOPOHLA» MOXHA [MOAC-
HWUTH, YoMy B/H3bKi 3a cTpykTypolo R-Binku Bu-
KOHYIOTE 30BCIM Pi3Hi dyHKLLL

TakuM 4HHOM, NICAA PO3NIZHABAHHA NaTOreHa
finox R mpaAmMo 4M OnocepenkoBaHO 3anyckae
Kackan(M) cMrHaniBe, AKi iHiLiOWOTE 3aXMCHI pe-
aKuii pociMH, B pe3yisTaTti yoro B iHhikosaHux
TA XBOPUX KJITHHAX | TKAHWHAX BUHHKAWOTE i
(PYHKUIOHYIOTE iHIWI CHTHANBHI CHCTEMM.

OnHi€w 3 TAKMX CHCTEM € CYNEPOKCHACHHTAS-
Ha CHrHalbHa cHcTema pocnuH. Tak, indikysaH-
HAi POCTHH i TBAPHH YacTo CYNPOBOMKYETHCHA
OKHMCHIOBANEHHUM BHEYXOM, SKMH XapakTEPHIYEThL-
CA NOABOK AKTUBHMX (popM KMCHID (ADK) — ne-
PEKMCY BOOHIO, MAPOKCHI-padMKANA, AHIOH-pa-
nukana. ADK — e He nMlle BHCOKOTOKCHYHI
CMONYKH, 30aTHI nokanisysatH iHdekuiw, ane i
AKTHBHI Y4acHWKH CHMIHANIbHOI CHCTEMM: Cynep-
GI{CHH-HI'I]'.CIH Ta NEPEKMC BOOHKY AKTHBYHKTE
TPaHCKPHMNLIK i, AK HACNINOK, EKCNPECilo TEHIB,
L0 AETEPMIHYIOTh 3AXHCT pOcTHHK. B usoMy npo-
ueci paxaney poab sigirpae NADPH-okcunasna
CHCTEMA LMTOMIA3MATHYHOT MemOpaHu, noaibHa
10 TAKOT v Makpodaris Ta HeiTpodinis ccapllip.
B pocnuuax sussieHo 113 redis, ki MOXYTH iH-
nykysatiea AQK [45]. OnHak 3anuiLaeThen HeBi-
IOMUM, Y AKHIA crnocid 3aiHCHIDETHCA AKTHBALLIA
LMX redin, xo4a € gadi, uo APK MoxyTe BUKOHY-
BATH POJb MO3a- TA BHYTPILWHBLOKIITHHHHX ME-
ceHxepis [7, 46].

3a sipychoi iHdekuii inaykuin AQK cnoe-
Tepiranach yKe 4epes IeKinbKa ceKyHa niens ivo-
KYSALIT AK CTIHKHX, TAK | 4YTIHBHX COPTIB TIOTIO-
HY, IPHYOMY HasBHICTh iH(eKUiHHOrO BipyCcy He
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€ 000B'A3K0BOK: JOCTATHRO KiNbKa OKpeMMX cyb-
oaMHKMLUL binka oBonoHKH, AKI 30aTHI CTMMYINIO-
aTH NADPH-okcHaasHy akTHBHICTb 34 y4acTio
AKTHBHHWX LINAXIB CHITHANBHOT TpaHCOYKLIT.

xepenom ADK 3a sipycHux iHdekuii € BHYT-
PILLHBOKNITHHHA daapiveMicHa oKcuOaza —
NADPH-okcHaaza, npuuoMy BA#THBE 3HAYEHHA
B YTBOPEHHI 11 MaloTe NpouecH jochopuniosaH-
HAa i nedochopumosanya [47]. Byno scraHoBne-
HO [48], wo weuaka inaykuis ADK sinbysaeTbes
NO3aKAiTHHHO ¥ OinblWocTi enigepManbHHX
KJITHH TIOTIOHY 0apasy ® nicna spenends BTM.
Lle ceiguuts npo Te, wo inaykuis ADK xapax-
TEpHa LNA KOAKHOT KNiTHHM | He oBMexyeETbCA 30-
HOK NOKATbLHHX HEK]I!EiB.

IHaykuia AQK sinbysaeteca v asi dasn. [Mep-
Wwa paHHA (no3akniTHHHA) daia € HeoDXIoHO,
ane He BHPIlWANEHOK ¥ (PopMYBaHHI cTiliKocTi no
sipycy. CnpasxHa CTIHKICTb NOB'93aHa 3 APYromw,
nizHeol0 (KNITHHHOW) (azow | obyMoBIeHa re-
HAMM CTIHKOCTI, AKI AKTHBYIOTb KAITHHHY CHT-
HANBHY CHCTEMY, TODTO, OKMCHIOBANBHHIA BHEYX ¥
apyriit dazi kopemwoe 3 HYP abo sarubenmio
KNiTHH [46]. TakuM YHHOM, WBWAKMA OKMCHIO-
BANBHMA BHOYX CAYIYE NPHKIAIOM MEXAHIIMY
PAHHBOTO PO3NIZHABAHHA BIpYCY KNITHHOW i, BO-
UEBMIIb, € MEPLIHM KPOKOM B IHAVKLIT cTiifkocTi
[48]. Ha aymky neaxux asTopie, ADK He DepyThb
yuacTi B iHAYKUIT cTifKOCTI, X0ua He BUKITIOUEHE
ixHe (hyHKUiOHYBAHHA B npoueci po3suTky HYP
(49, 50].

IMocT-Tpanckpunuiiine MoBuAHHS rexin

fAK 3acid aerepminanii gipycuoi crilikocTi
lcnye nonan 450 suais Bipycie, 31aTHUX ypa-
KYBATH POCAHHH Ta BMKJIHKATH DPi3HOMaHITHI
laxBopioBaHHA [51], ooHak pOCIHHM AKTMBHO
NPOTHAIKTE POIBMTKY BipycHMX iHdexuii sapaa-
K¥ cthopMOBAHMM Ta YCMAAKOBaHHM B TPOUECi
eBOJIIOLIT 3aXMCHMM MexaHizMam. OmHUM 3 Ta-
KHX MEexaHiIMiB € po3riAaHyTa BHILE CTIHKICTh,
onocepeakosaHa R-renamu. OgHax Haiibinei
KOHCEPBATMBHHM MEXaHI3MOM 3aXMCTY KMiTHH-
uux PHK € PHK-moBuyanus, ake pigirpae sax-
JIMBY pPOJib B 3aXMCTi eBKapioTiB Bin vyyxopiaHoi
iHthopmauil v BHrIAandi HYKNETHOBHX KWHCIOT
BipyCiB, TDAHCNO30HIB, TPAHCreHiB Towo [51, 52].
PHK-moByaHHs Bnactuse rpubam («npurHivyen-
HA»), TBapuHaM (inTepdepyioui PHK, iPHK) 1a
pocaMHaM (NMOCT-TPAHCKPHNUiIHHE MOBYaHHA
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renis, [ITMI) i mae B uMx cuctemax nomibHi re-
HeTHYHI Ta DioXiMiyHi o3HakH [53]. Bnepwe ue
ApMiLe Oyno eiakpute |54, 53] y TpaHCreHHMX ne-
TyHii, B AKi BBENM Konil reHa chalcon cHHTETasM.
BusiBUnoCh, 1O iHTPOAYKLLIA B reHOM TpaHchop-
MOBAHOT POCTHHH IEKINBKOX KOMiH 4yXOpiLaHOro
reHa BMEKJIMKAE MOBYAHHA LMX iHTPOIYKOBaHHMX
redie. 3aB0AKH UBOMY BIIKPWTTIO BUEHI 3IMOITH
MOACHHTH, YOMY TPAHCrEHHI POCAMHHI JIiHii, B
AKHX HAKONHYYBANACH He3HayHa KilbKicTh
TpaHcreHHol sipycHol PHK, suasnsawoTsea Bk
CTIHKWMM 1IOAO BipyciB, HiX JiHIT 3 BHCOKMM
piBHEM HAKONWYEHHA ocTaHHbOI [36]. B crijikux
NiHiax pocauH uyxkopinHa PHK nowkomxysa-
nack ocobNHBMM, creudiyHumM cnocoboMm —
[MTMI. JaransHOow KIW4Y0BOK oco0IMBICTIO
LILOro MEXaHiaMy € Te, WO BiH 3anNyCKaeThea ARO-
nanmworoeoo PHK (., PHK), aka nig niew ATd-
sanexHol PHKa3au 111, Hazeanoi Dicer, TpaHc-
thopMyeTbca ¥ KopoTki inTepdepyroui PHK
(«PHK), nopxuHowo 2|1—24 nap HykneoTMAiB.
Ha nacrynnomy, ATd-sanexnomy erani ui sPHK
NMPHEIHYIOTh MOJiHYKNeasHWil komnneke (RNA-
induced silencing complex, RISC), B akomMy BMKO-
HYIOTb POJIb «HABUIHMKIB» ANS NMOCAINOBHO-CME-
undivnoro nowkomxeHus PHEK-miweni. Takum
YyHHOM, nochizoeHicts PHK, romonoriyva wPHEK
(Tpurepy samoBuyBaHHs), yuikonkyersca RISC,
i reH, Aakuii konve wo PHK, dnokyeteea, TobTo
etheKTHBHO #3AMOBYYETECH®S,

OxpiMm wPHK, nin npiew Dicer yTBopioeTbCs
iHwmi knac Hepenukux PHK — mikpoPHK en-
JOTEHHOTD MOXOMXEeHHA, AKi 3a3BMuail DepyTh
YHACTb B NPOLUECcAaX POIBHTKY KNITHHH, Mopdore-
HE3Y i KOOpOWHALLT MiX KTTHHHOW nponide-
pauicw Ta anonTosoM [57]. MikpoPHK sxoasats
[0 CKAa0Y MiKpopHDOHYKNeonpoTeiHOBOTO KOMII-
nexcy [58] i MoxyTh 3anyckaTu caitt-crneundiune
poswernenHs (yiukonxenna) mMPHEK-Mmiweni
nicns iHkopnopauil B dyskuionansHuid RISC-
koMnneke. B takii curyauii mikpoPHK MoxyTh
oiaTH, ak gPHK. Ockineku ui npa knacn PHK
cynposoxytoTs [TTMI, BOHH MOXYTE CNyTyBaTH
MApKepoM oCTaHHBOTO [37].

OcobnueicTio PHK-MoBuaHHS ¥ pociMH € Te,
1O el npoLlec 3any4eHHil 10 nepenadi curianis
Mid UMTOMAA3MOK Ta Aapom [59]. CurHanmu
PHK-MOBYaHHA MOXYTh TAKOAK MOLIHWPIOBATHCE
Mi® KNiTHHAMM NOKANEHO — Yepe3 NaaiMoaecMu
T4 CHUCTEMHO — N0 CYAHHHIA cucTeMi pociuH [60].
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TMTMT obymosnioe cynpeciio 4y KopiIHHX TEHE-
THYHHX ENEMEHTIB, TAKHX AK BipYCH | TPAHCMO30HH,
JABOAKH MexaHizMaM NMOLIKOMKEHHA crnelmrdivyHoi
PHK i BupaxacThca B NpUrHiueHHi TpaHcnsii
eipycHoi PHK ta MPHK tpancrena. Bipyen moxyTs
oymm mxepenom aGo MiwenHio PHK-MoByaHHs.
NMTMI moxyte suknukarn sk PHK-sipycu, ski
PENiKYOTECA B LMTOMAasMi, Tak i JIHK-gipycwu,
AKI pennikyiotsesa B aapi [61]. Ax einomo [11], Ha-
ABHICTE TEMHO-3ENEHMX AUIAHOK JTMCTKIB, AKI Yep-
IVIOTLCA 3 CBITNO-3ENEHHMM OUTTHKAMM, € 3araib-
HOIO O3HAKOW CMCTEMHOTO IH(PIKYBAHHA POCIHHH
«MO3ATIHMM» RipycoM. KNiTHHM TeMHO-3eN8HHX
30H JIMCTKA BUILHI Bia BipyCY Ha BIIMiHY Bil iHdiko-
BAHMX KJITHH i3 CBITNO-3eneHux ainsHok. Heulo-
OaBHO OYNo BCTAHORMEHO, LIC TEMHO-3E1EH] ILNAH-
kM obymoBneHi diew wmexadizmy [NMTMI [62].
fABMLe NepexpecHOrD 3aXMCTY POCIHH MOXHA No-
ACHUTH HasBHicTio TTTMI, ske inaykyeTsbes crnab-
KHM LWITAMOM Bipycy i 0i€ MpoTH BinbLI BIPYIEHTHO=
ro cnopindedoro wramy [57]. IHwoio dopmoio
pipyc-inaykopaHoro PHK-moBYaHHA € «omyman-
Hf» POCIKMH. Tak, AOCHTL YACTO Ha Bipyc-iHdikosa-
HHMX pOCAMHAX BlApOCTAWOTE HOBI DE3CHMITTOMHI
JHCTEH. TTizHiwe By10 BCTAHOBRAEHO, 11O LE ABHLIE
obymonnene [MTTMI [51].

[NTMT — ue nocurs edexTBHA 3axucHA CHC-
tema. Bouna € cneundiivHol wono sipycy, sk
BHKAMKAE 1i, al€ M€ N0CTaTHLO e(EKTHBHO He
NpoTH ooHoro, a Garateox eipycie. NMTMI moxe
NPOABNATHCE ¥ NPAMOMY iHriByBaHHi BipycHOTO
PETLIIKATMBHOIO LMKJY CAMMM TpaHcreHom ato
itoro PHK-TpaHckpunToMm. ¥ focninax Ha pociu-
Hax Oy10 BCTAHOBNEHO, 1O MOBYAHHSA TEHIB cyn-
POBOMIKYETHCA HaKONU4yeHHaM kopotkux PHK
AK Y CMHCNOBIH, Tak | aHTHCMMCIOBIH OpiEHTAaLLl.
i PHK MO®yTh CMHTE3YBATHCE 32 JONMOMOTOID
PHK-3anexnoi PHK-nonimepazu (PaPn) poc-
AWHH-Xxa3siHa [63). BraxawTts [64], wo ueii dep-
meHT Bepe ywacth B PHK-MmoBYaHHi i Binirpae
BAXJIMBY PONL B AHTHBIPYCHOMY 3axMcTi, TpaHe-
reHH 3 iHBEPTOBAHMMH MOBTOPAMM MOXYTh De3-
nocepeniHbLo CHHTe3vEaTH  PHEK, e sanyyenusn
PaPn. CrocopHo PHK-renomuux eipycis Gyno
ecTaHorneHo, wo ,PHK yreopowteca sk
peraikaTMBHi iHTepMmeniaTH (MocepeaHMKH) 3a
ponomoroio PaPn pocinumn-xassina. Xoua Bipycu
KOOYIOTE «BAacHy» P3aPn, ii yyacTb B yrBOpeHHI
wPHK € manosiporinHoio [65, 66]. ,,PHK,
CHHTE30BaHa OYAb-AKHM LINAXOM, CIYTYE TPHIe-
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POM 15l CHHTE3Y KOMIMOHEHTIB, HeoBXiIHMuXY 14
nocAiaoBHo-cnetHdiyHOro MOWKOLKEHHE TPAHC-
revHoi PHK,

JocuTh BATOMHM apryMeHTOM Ha KOPUCTb podi
PHK-moBYaHHSA B aHTHBIPYCHOMY 3aXMCTI € Ha-
ABHICTE CynpecopHux GiNKiE — NpoAYKTIE TeHiB
ihiToBipycie, fKi 3i cBoro HDOKY NPMIHIYYIOTH Le
mopuyanua [67]. B taGa. 3 npencrasnedi Bipycu,
AKi CHHTE3YIOTh TakKi cynpecopHi binku. OaHum i3
HanbBinew sBuBdyeHnx cynpecopis PHK-mopyan-
Ha e npoaykr reva HCPro (helper component
proteinasa, HCPro) norigipycie. HCPro, npurxi-
YYIOUH MOBYAHHA reHiB, He BIUIMBAE HA MOLIMK-
PEHHA CHIHANIE MOBUAHHS , 471 NONepeikac po3-
BUTOK peakuii pociMHK Ha Wi cHrHanu, TodTo nie
Ha CTa1ii0, AKa NEPeIyE HAKDMUYEHHID KOPOTKHX
PHEK. Toit chakr, wo diToBipycH KOLVIOTE TakKi
CYNMPECOpPH, CBII4MTE npo Te, wo PHK-moByan-
HA i€ AK NPHPOAHUI 3aXHCHMIT MEXaHi3M, ane He
€ 3aco00M KOHTPONKD 34 EKCNpeci€l reHis xa-
agiHa [68, 69]. ToGro, pocnMHM amanTyBaau
MTMT ans HecneumdivHOro 3AXMCTY BiA Bipyc-
HMX iHdexuiil, a diTosipycH y BiANOBiAL HA Le
PO3BMHYIY BIONOBIOHI MEXAHIZMM, AK] NPUTHIYY=
10Tk PHK-mopuyanna. B rakuit cnocib 6yno ero-
MOUIHHO 3aKpiNIeHO AMHAMIMHY PIBHOBATY MIH
Bipycam# i ixHiMM xa3asmMM AK 3acib cnisicHyBaH-
HA EKOCHCTEM.

Takum umHomM, [NTMI mae BiIHOWEHHA 00O
NpoLEciB MOCT-TPAHCKPHNUIHHOIO KOHTPOID
ekcnpecii reHis i pyHKUIOHYE AK NPUPOAHA anan-
THBHA 3axucHa cuctema pocaus [70]. deski apro-
pu BBakaioTs, wo [NTMI € ocHoso BHCOKOPO3-
BHHEHOI IMYHHOT cMCTEMM ¥ BHILIKX pocauH [T1].

BHKOpHCTAHHA AHTHBIPYCHHX MEXAHI3MiB

POC/HH B FeHHO-IHKEHEPHHX TEXHONO0TIAX

PoasuToK HALIMX 3HAHB BIIHOCHD MOJEKYIAD-
HOI reHeTHKH hiToBIpyCiB | pOC/HH B OCTAHHI po-

KH DYB 10CHTE YCNILHKM, [0 NPHEEN0 10 NOABRK
HeTPALMLLIAHUX MTAXOLIB 10 3AXMCTY POCAHH Bil
pipycie. Tak, 3a octaHHi |15 pokie Gynm poapob-
NeHi HOBI sTEHHO-IHXeHepHi» (hopMH BipyVCHOL
CTIHKOCTI 3 BHKOPHUCTAHHAM FeHiB NPUPOIHOT pe-
IMCTEHTHOCTI POCAMH Ta IHTPOAYKLIT B POCHHH-
HHI reHOM BIpYCHMX NOCAILOBHOCTEH (TaK 3BaHa
natored-obymosnena criiikicts, [10C). Haiiuac-
Tiwe ana [MOC BHKOPHCTOBYIOTE BIPYCHI TeHH,
o KoayoTs Ginok obonoHku, BipycHy pennikasy,
TPAHCNOPTHUH Dinok, dakTop NepeHeceHHN Bi-
pyciB KOMaxaMM Ta NOCTiA0BHOCTI, L0 KOHTPO-
MOIOTH PENAiKaLilo i ekcnpecio reqis. Xoua naHi
miaxonH 3abe3anevyoTs OYEBHAHMA venix B obme-
MEHHI BipycHHX iHdekuiil B yMoBax Tenauui 4m B
noni, Hapasi TpAHCTEHHI KyIBTYPH POCAWH 3 diyHK-
WiOHaNIbHUMM TeHaMM abo YACTHHOK TEHOMY
pPOCIHMHHMX BIpYCIiB He MOXYTh BYyTH BNpORAIKEH]
B POCTHHHHMUTBO i3 MipkyBaHb Giobeaneku [56].

Cepea iHWKMX cTpaTeriii 3acmyroEyioTE HA YBATY
MiAXOAK 3 BHKOPUCTAHHAM aHTHBipycHUX Ginkis
Phytolacca americana (thitonakn), 2’,5 -oniroane-
HITATCHHTETA3M | TaK 3BaHMX «POCIMHHHX AHTH-
Tine (plantibodes) [56].

Pocaunni anmumisa. Ha sinMmivy Bin TBapuH,
POCAHHH HE MAIOTh IMYHHOI CHMCTEMM, 3OaTHOU
NPONYKYBATH aHTHTLIA, AKI MOXYTh po3nizHasa-
TH i IHAKTUBYBATH NATOTEHM, L0 NPOHUKAKOTE B
opradiamM. OIHaK 3aBIAKH JOCATHEHHAM TeHHol
iHAeHepii | TexHONOTii OTPHMAHHA TPAHCTEHHHX
POCIIHH, B POCTHHHHI reHOM MOXHA BBECTH re-
HH, L0 KOAYIOTE iMyHornobyainn. Ekcnpecis unx
reHiE MPUIBOOMTE 10 YTROPEHHA aHTHTLA abo ix
(hparmMenTis, 3naTHHUX QYHKLIOHYBATH B POCIHHI.
Llei nigxin OyVE BHKOPHCTAHMHA AIA OTPUMAHHA
TPAHCTEHHMX POCAMH, CTIHKHX 00 BIPYCHMX iH-
pekuiit. LLle 8 1993 p. 6y10 npoaeMOHCTPOBAHO,
IO TPAHCTEHHA eKcnpecia MoHoBaneHTHHX (scFv)
AHTHTLA NpoTH BinKa 0BONOHKH BIpYCY 3MOPLUKY-

TabGanun 3
Bipycw, aki cynpecyoms Mopuanna renis [56]

Bipve Pia J_ Cynpecia Bintow
Bipyc mosaixn adpHkalcEKOro Manioka Begomovirus Mosna AC2
Bipyc oripkoBol Mo3aiku Cucumovirus Yactrosa/cHcTeMHa 2b
X-pipyc kapTonai Porexvirus YacTkoma/cHeTeMHa P25
Y-Bipyc KapTomnti Potyvirus Mosua HePro
Bipyc Ginwux nucTrip pHcy Sobemovirus Mosna Fl
Bipye kywmeTol kapaukosacti ToMatin Tombuswirus Moexa MS3
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BATO! KPan4aTocTi apTHILOKA NPHEOAHTE 10 3HH-
HEHHA CNPHUHHATIHMBOCTI TPAHCTEHHHX POCITHH
10 usoro sipycy [72]. MexaHism, 3aBIAKH AKOMY
aHTHTINA 3abeineyyioTh CTIHKICTL, 3aNMILAETRCA
He 3AcoaHuM. CnabkuM MOMEHTOM B «TEXHO-
JIOTIT POCTHHHHX AHTHTLT» € BUCOKMI PIBEHb MeH-
HOI ekcnpecii BNpoaosx Tpusanoro vacy. Kpim
TOro, AHTHTIIA NOBWHHI NpMrHIMYBATH BIpYCHY
indekuio uaxoM DAOKYBAHHA MIKKIITHHHHX
npouecis, HeoDXIAHWX IUTA PENAiKaLLl BIpyCiB.

Aumugipyeni diaku Phytolacca americana. On-
HMM i3 MiOXOZiB 80 CTBOPEHHSA BipycocTiKMX
POCAMH € BUKOPUCTAHHA cnelMgivHHY NpHpoL-
HWX iHriGitopie BipycHoi pennikauii. Jlo wHaii-
BiABLI NEPCNEKTHBHMX AN TAKOrD BUKOPHMCTaH-
HA HanexaTk AHTHEBIpycHi BlnkM diTonakkwu
(ABM), BuaineHi i3 okpemux il opranis. Ab®D —
ue 29 gk 6inkK 3 akTHBHicTio N=riKo3miass, Wo
iHAKTHRYIOTE pubocomMu. LLi Binku 2naTHi BUpiza-
TH aneHid i3 sarcin/ricin netni pPHK seankoi cyb-
oIuHHUi. PHOOCOMH 3 BUAYMEHHMM NYPHMHOBM-
MH OCHOBAMM He3naTHi 3B's3yeaTH dakTop
ENOHTALLT 2, B pe3yILTaTi YOro BLIOYBAETLCA NPH-
THiYeHHHA TpaHCHAUI | kaituHa ruxe [73)]. 3apna-
KW LH# BIACTHROCT] IX YACTO BHKOPHCTOBYIOTE B
AHTHBIDYCHHMX wuinax, xo4ya ui GinkW € no-
TEHUiHHO TOKCHYHWMM i ANA pociuH-xa3sie |74,
75]. Xoua aHTHBIpYCHA AKTHBHICTE DiNbLIOCTI
GiIKiB, 110 iIHAKTHBEYIOTE pHBOCOMH, NOB'A3aHA 3
TOKCHUYHICTIO, poBoTH 3 MYyTAHTHUMH ABD, axi
eKCNpecyBanlich B THOTHOHI, CBLAYATE NPO T, WO
A AKTUBHICTE MOKE DYTH HE NOB'A3aHOI0 3 Aeny-
pHHizauicn (BUAYUEHHAM NYpUHIB) pubOCOM.
Binplie Toro, HewoaagHo OYN0 NokKazaHO, LIO
AB® penypuHizviorse PHEK ©Bipycie mozalku
KOCTpa Ta iMyHOAMMIUWTY NOAOWMHM in vitro i
raJbMYHTh DENPOIYKLIND WX BIpyCiB in vivo,
He BOMBAWYH NPH ULOMY Xa3AHCBKI KJIITHHH
[73]. bynu pusaBaeHi abo CTBOPEHI | MEHLU TOK-
CHYHI Ta uinkom HetokcuuHi popmu ABB, axki
MalOTh 30aTHICTh IHAYKYBATH CTIHKICTE POCTHH
no Bipycie, He iHakTuBywuu pubocomu (76,
77]. Leit HanpaMok moxe OYTH 10CHTE edek-
THBHHUM, OCKINBKM eKCTIpecia €lHHOro reHa
AB® B TpaHCreHHWX POCAHHAX HALAE IM CTii-
KOCTi 10 WKPOKOro cnekTpa giTosipycis, B TOH
Yac AK [ 3aXHCTY POCIHH Bill NEKUILKOX Bipy-
CiB 33 JONMOMOTOI0 IHIWKX YMHHMKIB HeoDXiaHa
gkcrnpecia 6araTeoX reHiB B OOHIA TpaHCreHHif
TiHILL
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2°.5% anizaadeninamcunmemaza, Tpotarom 90-x
POKIB JOCHIILKYBANIH MOXIMBICTE (DYHKUIOHY-
BAHHA «TBApMHHOros 2',5"-oniroafeHinaTHoro
(2-5 A) naxy B pOCTHHHHX TKAHWHAX, 3IaTHOTO
3abeaneyyBaTd ¥ pociMH BipycocTidkicTs. Oc-
HOBHHMH KOMIOHEHTaMH CHCTEMH 2-5 A, Aka y
TBAPHH BiANOBINAE 33 aHTUMBIPYCHY AKTHBHICTE,
iHaykoBany inTepdepoHom, € 2°, 5 -oniroanexinar
cHHTETa3a ta 2,5 -oniroaneHinartsanexHa pubo-
Hywneaza (PHKaza L), dna dopMmyBaHHA CTiii-
KOCTI HeoBxinHi o6HaBa GiNKK, 0OHAK DOHMHI 38-
JMILAETHCA HEBLIOMMWM MEXaHI3M IX AHTHBIPYCHOI
ail. Bucnosnweanock npunyuweHyds [78], wo B
VpaXeHHX KIiTHHAX nig giewo 2°,5 -oniroaneHunar
CHHTeTa3W BiobysaeThca CcHHTE3 ,,PHK, saka
nowkomwkyversca PHKazow L, 1 Takum 4yvHHOM
obDMexyeTECH pernikauia eipycie. Hagsite ayxe
HM3BLKOTD piBHA excnpecii LMx binkie Byno noc-
TATHBO [NA MNOABM AHTHBIpYCHOro edekTy.
Excnpecia cucreMu 2-5 A B pocavHax Mae neaxi
Nnepepard NOpiBHAHO 3 iHIWHMH aHTHBIPYCHHMH
crpateriamu. Lla cucrema zabesneuye cTIHKICTB
N0 Dyab-AKMX BIpYCiB, 30aTHHX CHHTE3YBaTH
awPHK B indikoraHux knituHax. Binewicrs poc-
JHHHHX Eip}"CiB, BEKMWOYAKYH eKOHOMIYHO BaXK-
NHEI NOTIBIPYCH, € NO3MTHBHHMMH OIHMIAHLIIOM-
Bumu PHK-pipycamu, ski snponosx pervikauii
yTROPIIOTEL o PHK-inTepmeniatu, Biabie toro,
BipYCH pOCNMH NOPIBHAHO 3 BipycaMH BHLIWX
xpeDeTHHX € Dbl BpAITHBMMM WoN0 0ii wiel
CHCTEMH. ¥ CcTBOpeHHI BIpYCOCTIHKOCTI WwnAxXoM
TpaHchopmauii pociuH TBAPHHHOW 2,5 -CHHTE-
Ta3010 ByN0 NOCATHYTO nesHUx yenixie [79, 80,
ane BCyNepey CBOEMY IHAYHOMY NOTeHLWIATY uei
meTon Biniblue He pospobnascs [56].

HezpaxawuH Ha iCHYBAHHA BENHKO] KiibKOCTL
NiIXoAiB NPH KOHCTPYHBAHHI BipycocTiHKMX
POCNMH, BUKOPHMCTAHHA TAKHX TexHoJorii ovoe
oGMEKEHMM ¥ 3B'A3KY 3 00epeXHUM BiIHOLIEH-
HAM HACENCHHA A0 TPAHCTEHHHX NPOAYKTIB Xap-
YYBaHHA, 33 reHHOo-IHXeHEPHOI celeKLil poCAHH
HEDODXIAHO BPAXOBYBATH MOXJIMBY TOKCHYHICTE
abo anepriyHui BIJIMB TAKMX MPOLYKTIE Ha Mo-
Nei Ta TBApHMH NpH CNOXMBAHHI, 3 TAKOX BIUIHE
TpﬂHGl'EFHHHK POCAHH Hd HAaBKOJHMILIHE CEPENOEBH-
e, ALLKE 3WIMIIAKTECA 30BCiM HE BMBYEHHMMH
MOXITHBI HACTIAKM eBOMIOLIT NaToreHis Ha doHi
iXHbOI B3AEMOMLIT 31 CTIHKMMM TPaHCTEHHMMH
pocnuHamu [81]. Kpim Toro, HeobxinHo spaxony-
BaTH HenepenbayyBaHy eBOAOLIIG AaHol duopu
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nin ennueoM TpaHcreHHux dopm. Binrak, imo-
BipHO, B MAHBYTHLOMY IPH LUTYYHOMY TPAHCTEHO3]
nepepard GyIyTh HANABATHCE TAKMM MIAXOAAM, SK
BHKOPHCTAHHSA NPHPOAHKMX FEHIB PE3HCTEHTHOCTI
Ta pospobka NPHPOAHOTO 3aXWCTY Ha OCHOBI
MTMI. 3 BuoineHHAM reHiB cTiHKOCTI pociMH
BiIKPMBAIOTLCH HOBI MOXJIMBOCTI KOHCTPYIOBaH-
Hf TEHOTHMIB, AKI MOXYTh MATH LOBrOTPHBATY
cTifikicTe 10 natoredis. Mertonu reHeTHYHOl
TpaHchopMauil 103BONATE LULNECNPAMOBAHO BBO-
JHTH AeTEPMIHAHTH CTIHKOCTI B HOBI COPTH poC-
NIMH, o0OMHHAaWYW NOBroOTPMBANi i He 3aBWAM
edhekTHBHI eTanu TPANMUIAHOI ceneruii, ocobau-
BO ¥ BHNAaLKax MixeuaoROl riGpuanzauii [8]. Bxe
Gyno nepeHeceHo KIOHOBAHKH N-reH HanuyTIu-
BOCTI 3 TIOTIOHY B pociuHu Tomartie [82]. N-ren
OBYMOBIIOBAB HANYYTAMBY BIINOBib, | TpaHcthop-
MOBAHI HMM YYTIHBI pocaMHM eheKTHBHO J0-
kanizysany BTM-indexuiio, 4K i B HAIUYTIHBOMY
TioTioHi, [opan 3 npakTHUHKUM iHTEPECOM TOMATH,
AKi ekcnpecytoTs yHKUIOHANBHWA N-TeH, Mo-
EYTh Er}l'TH IPYYHOK) TEHETHYMHOK CHCTEMON LA
BHBUYCHHA LWAAXIE CHMTHANBHOT TPaHCIOYKLIT, #Ki
BEAYTH [0 NPHUrHidYeHHA pennikauil eipycis Ta 1x
TpaHcnopty. TpaHcreHHi pocnuun Nicotiana ben-
thamiana 3 reHoM N Takox pearyeanu Ha BTM
HAIYYTAHBOK peakuicio i obMexyBaiy CHCTEMHE
NOWKMPEHHA Bipycy, nokaniaywouM iHdexuin B
micuax 1T npoHukHenHs. To6ro, N-red moxe 3a-
GeaneuysaTH cTiiikicte a0 BTM B reteponoriy-
HHX CHCTEMaX, AKHMMH € TOMaTH Ta V. benthamia-
na [83]. PoboTH no nepeHeceHHIO pslly TeHiB
crifikocti NBS/LRR knacy B iHwi Buan npone-
MOHCTPYBaIH iX BAX/IMBE 3HAYEHHA MPH CTBO-
PEHHI KYIETYPHHUX POCAHH METOLAMM FEHETHYHOT
inxkenepii [82].

Quanieto 3 ymos [NMOC e Bucokmil piBeHb EKCI-
pecii BipyCHUX MeHiB, AKOK MOMXHA LULTKOM 3HEX-
TYBATH NPH TPaHCTeHHIH BipycocTifikocTi, 06yMOB-
neHiil «cymicHolO cymnpecieios redis abo MTMI
Xoua B TPAHCTEHHMX poCIWHAX | BinOyBAETBLCH
HAKOMWYEHHA 4yxopiaHoi 4M abepanTHoi PHK,
MTMT nie dakTHYHO SK NPHPONHA AHTHBIpYCHA
saxvcHa cvctema [58]. Criiikicts, obyMoBneHa
MTMI, 3anoBonsHAE BMCOKI BMMOrH Diobezne-
KH, Mo3adaK B LBOMY npoueci He BinbysaeThed
TPAHCTEHHOTO CHHTE3y BIpYCHMX redin 4M Giikis,
a Takox BimcyTHa TpaumcrenHa PHK, aka moxe
setynath B PHK pekomBinauilo. B MmalbyTHeOMY
BUEHMM HANEXMTh ineHTHdiKyBaTH nocnizos-
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Hocti PHK, aki iHoykywote PHK-moBuanHa Bi-
pycHuxX reHig. Lli mocnimoBHOCTI MATUMYTE BaX-
NUBE 3HAYEHHA HEe JHILIE I8 MeHEeTHYHO! iHXe-
Hepil BIpYCOCTIHKHX POCAHH, ane H AK sHapamis
AnAa aHanizy GyHKUIOHYBAHHA MOAEKYIADHO-TE-
HETHYHMX MexaHizmie [51].

PHK-moBuanna ta R-reH-onocepeikosaHa
CTIHKICTE — WIE IpeRHi, KOHCEPBATHUBHI Ta edek-
TUBHI AHTHBIPYCHI 3aXMCHI MEXAHIIMM, BIACTHBI
pocnuHam [84, 85]. MMoBipHO, ¥ pOCAHHM TAKOX
ICHYIOTh CUCTEMHM, SIKi H0O3BONAIOTE LIMM MEXaHi3-
MaM B3AEMOAIATH | B TakMil cnocib edexTHBHO
o0MeXxyBaTH pO3BUTOK BipycHoi iHdekwil. Hapazi
JANMILAETBCA HE3'ACOBAHMM, AKHM YMHOM BiOGy-
BAETHCA TaKa B3AEMOIA, AKI CUIHANBHI MOMCKYIH
MOXYTh BIUTMBATH Ha Ui MexaHiaMu i cnyryeatu
ANA 3B'A3KY MK HUMH, 3 TAKOX TE, YH MOXYTh
sipycHi cynpecopu PHK-MoBYanHs npurHivysa-
TH R-reH-onocepenkopaHuil 3axuct. BupilueHHa
UHX TMHTaAHE CNPHATHME EKpalloMy pDB}"MiHHIﬂ
MEXaHi3MIiB CTIHKOCTI ¥ pOCAMH Ta Uifecnpamo-
BAHOMY BHUKODMCTAHHIO IX B rEeHHO-iHKEHEPHUX
TEXHOMOTIAX.

Takum ynrom, opa wasxu — PHK-mopuanus
Ta R-reH-onocepeNkoBaHa CTIHKICTE — MOMYTh
nepenaitaTues i 3abesneyypaty ebeKTHBHHI 3a-
XMCT pOCAMH Bill pi3HMX naToreHiB, 30KpemMa Bi-
pycis. BuByeHHs cTpyKTYpHO-(yHKUIOHANBHUX
ocobaKBoCTE reHiB cTiHKOCTI pOCTHH, MeXaHi3-
MiB JMIFAHA-PELENTOPHOT B32EMONIT MK Nponyk-
TaMM LMX FeHiB i reHie apipyNeHTHOCTI NATONEHIB,
reHeTHYHWi anania R-reH-onocepeakosaHoi iH-
ayxuit HY P ta inaykosaHoi cTIHKOCTI cipuaTHME
CTROPEHHIO MEHHO=-THXEHEPHHMX COpPTIB, CTIMKMX
N0 WHPOKOro cnekTpy natoreHis. TeHHO-iHxe-
HEpHa CTIRKICTh ¥ pociMH, 3okpema PHK-onoce-
PEIKOBAHA CTIHKICTE, HADYBAE BCe DINbLUIOTD 3HA-
4EeHHA 1, CKOPILL 3a Bee, Dyne BllirpaBaTH KIIYOBY
pOAb B POCTMHHULTE MalDVYTHLOIO.

SUMMARY. This paper gives a brief overview of the
recent ideas about molecular and genetic mechanisms of
plant resistance to viruses. Two plant antiviral strategies (R-
gene-mediated mechanism and RNA-silencing) are con-
sidered. Examples of engineered virus resistance are pre-
sented.

PEZHOME, AHanW3MpyYIOTCA CORpPEMEHHEIE NIPENCTAR-
JIEHHA © MONEKYNAPHO-TEHETHYECKHY MEXAHHIMaX yo-
TOHYHBOCTH pacTeHWA K BUpycas. PaccMaTpHBaloTcs e
CTPATETHH AHTHBHPYCHOR 3alMThl, obychoBneHHble R-
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TEH-OTOCPEAOBAHHBIM MCXAHHIMOM H NOCTTPAHCKPHIT-
UHOHHEM Monyanues redos (PHK-wonuadmenm). [Npu-
BEllEHE MPHMEPE HCTIOABIOBAHMA JMILHTHBIX MEXAHHI-
MOB INA MOAY4EHHH COPTOB PACTEHHH, VCTOHYMBRIX K

BHPYCAM, € NOMOLUIRIO FeHHO-WHXEHEPHEY TEXHOMOTHI.
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