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Betyn

IIpucTocyBaHHS 10 YMOB HaBKOJUIITHBOTO CE-
pEeIOBUIIIA € 3aTaJIbHOIO0 PHCOIO BCiX KMBHUX Opra-
Hi3MiB. 30KpeMa, pOCJIMHMU SIK OpraHi3MH, 1110 Be-
IIyTh HEPYXOMUI1 CIIOCIO KUTTs, 1100 IIPOTUCTOSTI
arakaM MiKpOOHHUX ITaTOTEHIB 3aJy4aloTb Pi3Hi,
y TOMY YKCJIi YHiKaJIbHi 3aX1CHI MexaHi3Mu. Poc-
JIVHI 17151 3aITyCKY BiATIOBiTHMX peaKilili i pO3BUTKY
aIeKBaTHOI 3aXMCHOI BiIMOBii HAa MATOIreHHY iH-
Ba3ilo B IIepIIy 4Yepry HEOOXiIHO pO3pi3HUTHU
«CBO€» 1 «He cBoe». Ha BimMiHy Bim XxpeOeTHUX, B
SIKAX po3ITi3HaBaHHs aHTUTeHiB (Al') 31iliCHIOETh-
Csl 3aBISIKM aKTHBallil iMyHHOI CHMCTeMHU, KOTpa
B LIUTOMY TPYHTYEThCS Ha B3a€EMOIil BHCOKOCIIE-
HU(pIYHUX KIITUH, 10 UMPKYJIIOIOTh 10 BChOMY
opraHi3My, pOCIMHHA KJIiITUHA 31aTHA aBTOHOMHO
BU3HAYaTW MPUCYTHICTb MOXJIMBUX MATOTEHIB i
BiIMOBiIHO pearyBaTy Ha HUX.

B namr yac gocmigHWKIB, 110 BUBYAIOTh B3a€-
MOBITHOIIIEHHST TIATOTeHIB 3 POCIMHAMU-Xa3ssI-
MU, LIKABJISATh y MEPIILy Yepry TaKi MUTaHHS: SKi
MEXaHi3MH POCIHA BUKOPUCTOBYE ISl TATPU-
MaHHSI CBOTO TOMEOCTa3y, SKUM YMHOM iHIYKY-
€TbCSI CUCTEMHA HECTIPUUHSTINBICTD JO ImaTore-
Ha Ta sIKi MeXaHi3MH JIeXaTb B OCHOBI IPUPOTHOL
CTIMIKOCTi POCJIMH [0 MaTOreHiB. Y Halliii poOoTi
3po0OsieHa crmpoba 3OiMCHUTH aHalli3 iCHYIOUMX
VSIBJIEHB PO MOJICKYJISIpPHI MEXaHi3MHU PO3Ili3Ha-
BaHHS MIATOTEHIB POCIIMHOIO, 30KpeMa, 3’SICyBaTH
POJIb T€HIB CTIMKOCTI Ta aBipyJIEHTHOCTI SIK MOX-
JIMBUX KOMIIOHEHTIB CUCTEM TPaHCIYKIIii CUTHATY
Ha MOYATKOBUX CTamisgx iH(eKIii, a TaKoxX [e-
TaJIbHillle PO3IJISIHYTU MIPOLIECH, 1110 BiIOYBAIOThCS
B POCJIMHAX, YpaXkeHUX BipycaMHu.

lF'eHeTNYHI OCHOBU TPaHCAYKLIT CUrHany

Y cBoeMy NmpuUpoOOHOMY OTOYEHHi POCIMHU
CTUKAIOThCS 3 BEJIMKOIO KiJIbKIiCTIO MTOTEHLIHHUX
(itomaToreHiB — Bipycamu, OaKTepissMu, rprudamMu
Ta HeMaTtogaMu. Y OUIbIIOCTI BUNAAKIB pOCIMHA
MPOTUCTOITh aTaKaM IIaTOreHa, BilTaK ypaxKeHHs
POCIMH iH(PEKIIHHUMU areHTaMU € CKOpillle BU-
HSITKOM, aHiX IMpaBWJIOM. ICHYye IeKijibKa rirnores,
SIKi TIOSICHIOIOTh, YOMY POCIMHM BUSIBIISTIOTHCS
criikumu 1o natoreHis [1]. Cepen HUX HaiOLIbIL
NpUBAOIMBUMU € Taki: POCIMHA HE MiATPUMYE
SKUTTENISUIBHICTD 1 PICT MiKpOOpraHi3MiB (TirmoTe3a
HEITOBHOTO CEPEIOBUINA); POCIWHA 3maTHa
CTBOPIOBATU Pi3HI CTPYKTYPHi i (pyHKIIIOHAIBHI
Oap’epu; pocaMHa MOXe pO3ITi3HABaTU IaTOTEH,
a BigTak iHIYyKyBaTH CBOIO €HIOTEeHHY Oararo-
KOMITOHEHTHY 3aXHUCHY cUcTeMy [2].
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| A.M. Kupuuenko, O.I. Kosaaenro |

3a3BUyail 3aXMCHI MeXaHi3MU POCIMH KOMII-
JIEKCHI 1 CKJ1agaroThcs 3 6araTboX piBHiB. Ha mo-
YaTKOBOMY PiBHi JISI TOro 1100 3aro0irty iHgi-
KYBaHHIO TMM YM iHIIMM MaTOT€HOM, POCIMHA
BUKOPUCTOBYE XiMiuHi i pizuuHi (CTPYKTYpHI)
O6ap’epu. Y ToMy BUIAIKY, KON 1i KOHCTUTYTUB-
Hi MeXaHi3MM OyIyTh MOA0JIaHi, 3a1y4aloThCs iH-
JIYKOBaHI 3aXMCHI CUCTEMU, sIKi 3aIyCKalOTbCs B
pe3yJbTaTi crneur@iyHoro pos3mi3HaBaHHS IaTo-
TeHiB pocinHoIo [3].

OpnHi€0 3 rOJOBHUX 1 OYEBUIHUX AKTUBHUX
BiATOBiell pOCIMHU HAa MPOHUKHEHHS MaToreHa
€ HamuytauBa peakiiss (HUP) [4], B pe3yabrarTi
SIKOI BiIOYBa€ThCS IIBMAKA 3aruOesb iHgiKoBa-
HUX KJITHH i, IK HACJIiIOK, 0OMEXXEHHSI PO3BUTKY
iH(eKIITHOro YMHHMKA B MiClli HOro MPOHUKHEH -
Hs [5]. fK mpaBuIIO, CTifiKiCTh OO BipyCiB KOHT-
POJTIOETHCS OMHUM TeHOM [6]. Tak, HagUyTIMBICTh
JIO BipyCy TIOTIOHOBOI MO3aiKu Y JAESIKMX COPTIiB
TIOTIOHY KOHTPOJIIOETHCST TOMiHAHTHUM reHOM N,
ofepXaHUM Bif auKoro Buay Nicotiana glutinosa
B pe3yJibTaTi MiKBUIOBOI Tibpuauzariii [7]. 3a-
3euyaii HYP — BucokocneuugiyHa i 3aJIeXXUTh
Bill BiIMTOBIAHOT KOMITJIEMEHTAPHOCTi MixX TeHAaMU
criiikocti (R) pociuH Ta reHaMu aBipyJIEeHTHOCTI
(Avr) natoreniB. Lli ysiBJIeHHSI y3arajbHeHi T€O-
piero Dnopa «reH-Ha-reH» [8]. [ast Toro 106
3PO3YMITH MOJIEKYJISIPHI OCHOBM B3aEMO/III «I'€H-
Ha-TeH», OyJ0 3aIllpOIOHOBAHO JiiraHa-peLel-
TOopHY Mojesib. CyTh 11i€l MOJEsi 3BOAUTHCS 10
HACTYIHOTO: Ha ITOBEpXHi rip HecyMiCHUX pac
raToreHa IPUCYTHI AESKi MOJEKYJIU-aHTUIECHU,
SIKi pO3ITi3HAIOTHCS MOJIEKYJIaMU-peLenTopaMu,
110 BXOISTH 10 CKJIaIy TUIa3MaieMH CTiKOTO reHO-
TUITy pOCJIMHM-Xa3s11Ha. B pe3ynbrari Takoro po3-
IMi3HAaBaHHSI peajli3yeThCs HECYyMICHUM TUIT B3AaEMO-
BiIHOIIIEHb, 1110 IPU3BOAUTH A0 BKIoUueHHs1 HUP
i BinToprHeHHs napasuta [9, 10]. CymicHicTb siBiisie
co00I0 MacuBHY HE3IaTHICTb POCIMHHU-Xa3siHa
pO3ITi3HAaBaTU €JIICUTOPHI MOJIEKYJIM I1aToreHa.
CrpaBeIuBICTh 1€l Moesi Oyia miaTBepIKeHa
IpyU BUBYEHHi B3aeMojil pocJuHHMX R-0ijkiB
(TpOaYKTiB IreHiB pe3UCTEHTHOCTI) Ta Avr-OiJKiB
naToreHiB (MPOAYKTIB TeHiB aBipyJe€HTHOCTi) B
pi3HUX cuCcTeMax pociumHa — naroreH [11—14]. 3a
i€ momaeo R-0iaky miloTh SIK peLenTopu, a
MPOAYKTHU I'€HiB aBipyJeHTHOCTI ITaTOreHiB (Avr-
JliraHaun) — sK exicutopu [15].

3rigHo 3 iHIII0I0 MOIEJUIIO («T1i0Te3a OXOPOH-
1si») [16] B3aeMomiss MixX OiTKaMM, KOZOBaHUMU
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R- Ta Avr-reHamu, BiZOyBa€eThbCsI He Oe3rocepen-
HbO, a 3a ydyacTi iHIIMX POCIAMHHMX YMHHUKIB
[17, 18]. TakuMM YMHHUKAMU MOXKYTh OyTH IJ1iKO-
MOJiMEepU-iHAYKTOPU Ta CIIeLUMiuHi 10 HUX JIeK-
TUHOIIOAIOHI pelenTopu, KOTPi aKTUBYIOTbCS B
HaaJYyTJIMBIiA POCIMHI Yy pe3yJbTaTi BipyCHOI iH-
ekuii [19]. Takoi IyMKK aBTOPU JiUIILIU BUTTPU-
OOBYIOUM €K30I'€HHI Iojlicaxapuim sIK iHTrioiTopu
BipycHOI iH(ekii. BusiBuiiocs, 1o posraiyKeHi
JIPIXIKOBI MaHAaHU aKTUBHO iHTiOYIOTh JIOKaIbHi
HEKPO3U Yy HAIUYTJIMBUX COPTiB TIOTIOHY, ajie He
BILUIMBAIOTh Ha ()OPMYBaHHSI IEPBUHHUX LICHTPIB
iHexwil y yyrmmBux coptiB [20]. bibl Toro, Taka
AHTUBIpYCHa Jlisl €eK30TeHHUX IJliKaHiB MoXe 0J10-
KyBaTHCsl HU3bKOMOJIEKYJIIPHUMHU TaliTeHaMU Ta
cneurdiyaumu JexktruHamu [21]. Ha migcraBi mux
JaHux Oyjia po3poOjieHa pelenTop-iHAYKTOpHA
MOJIeJIb iHilliallii HaggyTIUBOI peakliii 3a BipyCHO1L
iHpexuii [19].

V Oynb-s1KoMy pasi pe3yabTaToM TaKoi B3a€EMO-
Iii € aKTUBAallisl LUISIXiB TPaHCAYKIIil CUTHAy Ta
possutok HYP [1, 24]. B pe3ynbraTi akTuBauii
LIUISIXiB TpaHCAYKIIil CUTHAIY BinOyBa€eThCs Iepe-
MIporpaMyBaHHS KJIIITUHHOIO METa00Ii3MYy i3 3HA4-
HUMHU 3MiHAMM aKTUBHOCTI I'€HiB.

OKpiM TeHiB CTIHKOCTIi i reHiB, SIKi KOAYIOTb
OiJIKM TpaHCAYKIIii CUTHAJTY, POCJIMHU MICTSITh 3a-
XMCHI I'eHHU, sIKi KonyioTb PR-0inku (pathogenesis
related), hepMeHTH, 1110 OEPYTh y4acCThb B CUHTE31
(itoanekcuHiB, hepMeHTH TKAHMHHOI penapartiii,
JIirHigikarii ToIo, a TaKOX TakKi, 110 3aXUIIAI0Th
KJIITUHM Bill OKMCHIOBAJILHOTO cTpecy. BinburicTh
TeHiB JOJIy4alOThCS [0 IIMKUMATHOIO Ta (DEeHisI-
MIPOMAHOIAHOTO LIIAXiB MeTadosi3My. [HmyKiist
AKTMBHOCTI 3aXMCHUX T'€HiB iHKOJIM CITOCTepira-
€TbCS B KJIITWMHAX, IO aTaKyIOThCS TTATOTEHOM,
ajie IXHS aKTUBHICTb YacCTillle peali3yeTbCs CUC-
TeMHO. B HeiHOKyJIbOBaHMX YaCTHMHAX POCIUHU
BimOyBarOThCS KUTBKICHI 3MiHM B CKjami OLIKiB,
30KpeMa ImiacuiaeHe HakonmudeHHs PR-0inkiB
[25]. B pizHux Bumax pociauH OyJIO oxXapaKTepu-
30BaHO i kimacugikoBaHo 11 pomun PR-06inkiB y
BIITIOBIMHOCTI A0 MOAIOHOCTI HYKJICOTUAHUX I10-
CJIDOBHOCTEI B reHax, IO iX KOOyIOTh. IHIyKO-
BaHi matoreHoM PR-0iku rooBHMM YMHOM Ha-
JIeXKaThb IO KUCIUX OLIKIB i CEKPETYIOThCS B MiK-
KimituHHMI 1ipocTtip. OcHoBHI PR-0inku cuHTe-
3YIOTHCS ¥ BaKYOJISIX i HAKOMUYYIOTBCSI B KITITHHI
Yy BITHOCHO HEBEJIMKHUX KiTbKOCTSX. biomoriuna
AKTMBHICTH OiJIBIIOCTI 3 HUX IIOJISITA€E Y TIOIIKO/I-
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| lenemuuni ocnoéu ma pynkuionyeanus cucmem mpancoyKuii cueHaay 6 pocaun |

>KeHHi CTPYKTYpU MiKpOOpraHi3my, sSIKMi1 aTakye
pocauny [26].

OTtxe, B npoueci po3sutky HYP 3pocrae
BMICT Pi3HUX BU[IIB PeaKTMBHOTO KHCHIO [27],
BiIKJIamaeTbcd JITHIH Ta Kajo3a [28], cuHTe3y-
IOThCSI TAaTOTeHE3-acolliiiloBaHi Ta aHTUBiIPYCHI
Oinkm [29], B pe3ynbTaTi 4oro MOIMPEHHS MaTo-
TeHiB 0OMEXKY€EThCSI.

Ho cxnany R-0i1KiB BXOISTh KiIbKa CTPYKTYD,
1110 3a0e3Me4yloTh, 3 OJHOTO OOKY, B3a€EMOJIl0 3
JIiraHaoM (eJIiCUTOPOM) i MOJIeKyJIaMU-MillIeHSIMU
(3okpema, JIHK), a 3 iHI110r0 — Mepegavy CUrHanmy
Ha iHII MoJieKyIu (LUKJIiYHI HYKJICOTUIH, TIPO-
TeiHKiHa3M Tolo). Jlo TaKuX CTPYKTYp HajieXXaTh
caiT 3B’s13yBaHHS HyKJIeoTuiB (nucleotide-bind-
ing site, NBS), ninsiHka jeiilinH-30araueHux 1o-
BropiB (leucine-rich repeat, LRR), minsiHka 3 ro-
MOJIOTIEIO 10 LIUTOIJIa3MaTUYHUX IOMEHIB pelLiern-
topHoro 6iska Toll Drosophila Ta petienitopa iHTep-
neiikiHa-1 ccaBuiB (Toll/Interleukin-1 receptor,
TIR), cymepcripanbHa cTpykTypa (coiled-coil
structure, CC), TpaHcMeMOpaHHUI JOMEH (trans-
membrane domain, TM) Ta foMeH CepuH/Tpeo-
HiHcreuudiyHoi mMpoTeiHKiHa3M (serine/threo-
nine protein kinase domain, PK) [30].

HemonaBHo OyJj10 BCTAaHOBJIEGHO, 1110 B TEeHOMi
Arabidopsis (exotun Columbia) mictatbcs 149 re-
HiB 3 reHOMHOI0 TtocainoBHicTioO NBS-LRR, a B
reHoMi pucy — nonan 600 takux reHis [31].

BinbIIicTh reHiB CTIRKOCTI Ha KapOOKCUILHOMY
KiHui MaloTb cTpykTypy NBS-LRR. BecranosieHo,
1110 caMe BHcoKoBapiabeabHuil LRR-goMeH Bin-
MoBinae 3a po3nidHaBaHHSI Avr-OiJIKiB ITaTOTeHiB
[32], Tomi sk OinblI KOHcCepBaTMBHA OilsgHKaA
TIR-NBS yu CC-NBS 6epe yyacTb B OIIMPEHHI
curHaiiB peuenuii [33]. IIpu upomy ymiie He-
3HayHi Bapiauii B LRR gomeHi BU3HavyaloTh crie-
uudivHicTh g0 natoreHiB [34]. LRR OyJio BusgB-
JIeHO y OinKax, sIKi 0epyTh y4acThb y TPaHCIYKIIii
CUTHaJy, aare3ii KJIiTWH, OiJOK-OiIKOBiii 4u Oi-
JIOK-BYIVIEBOIHIM B3aemonii [35, 36].

B mexax ogHOro BUIY POCIMH BUSIBJIEHO Be-
JIMKY KiJbKIiCTh HEMOB’SI3aHUX, OKPEMUX TI'eHIB 3
pi3HOIO JiraHgHolo creuudivyHicTio [34]. 3a3Bu-
yail TeHU CTiHKOCTi € MOHOTEHHUMM i crieugiv-
HUMU JIMIIE A0 IE€BHOIO BUAY Bipycy. MiX TuM
OyBarOTh BUIIAIKM, KOJAU TeHU CTIMKOCTI MOXKYThb
OyTU HEIOBHICTIO JOMiHAHTHUMM, i HaBIIaKU, €
NpUKIagA, KOJU JTOMIHAHTHUN YU peleCUBHUM
T€HU MOXYTh iHIYKYBaTU 3aXWUCHY peakililo Ipo-
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TH IEKiJIbKOX TTaTOreHiB BipyCHOI MIPUPOAY OIHIET
i Tiel X poaunHu. Tak, reH criiikocti I Phaseolus
vulgaris Buxkiukae HYP mono 10 pizHuX BipyciB
Potyviridae |37]. He3Baxkaroun Ha 3Ha4YHi 1OCSITHEH-
HS Y BUBYEHHI CcTpyKTypu R-reHiB, 6arato yoro
3aJIMIIAEThCs 11Ie He 3’sicoBaHUM. Amke NBS-
LRR kiac reniB criiikocti ctaHOBUTH jniie 1 %
BCbOro reHomy Arabidopsis [34], a 11e o3Hayae, 1110
OaraTo iHIIMX Ie€HiB MOXYTh OpaTU y4acThb B 3a-
XUCHIN BiIMOBiAi pOCINH.

MexaHi3mu TpaHcayKuUii curHany

B ocranHio uBepTh XX CTOJITTS Ha CTUKY CY-
YacHOI 0ioXiMii Ta MOJIEKYJIIPHOI i KJITUHHOI 0io-
JIOTil BUHMKJIA HOBA Taly3b 3HaHb — TPAHCIYKIIisl
curHaity. Briepiie TepmiH «signal transduction» 3’s1-
BUBCS Yy (haxoBoMY XXypHati B 1974 p.,ay 1979 p. —
B Ha3Bi crarTi «Lipid synthesis: an indicator of anti-
gen-induced signal transduction in antigen-binding
cells». B 90-x pokax MMHYJIOTO CTOJIITTSI COTHI MPO-
BiIHMX HAyKOBO-IOCJIIHUX YCTAaHOB CBIiTy pO3MO-
Yyajiu LIMPOKOMACIITa0HE BUBYEHHSI MeEXaHi3MiB
TpaHCOYKLil curHainy. K BUSBUIIOCS, CHUCTEMU
TpaHCOYKIIl CUTHAJIy y KJIiTMHAX Haa3BUYAHO
CKJIAMIHi, a MEXaHi3MM iXHbOI PeTyJIsILil TICHO mepe-
IUIETEHi Ta Hapa3i 0CTaTOYHO He 3’sicoBaHi [38].

Tpancaoykuiss curHaiay — 1e nepemada iHdop-
Mallii Big 0i0JIOTIYHO aKTMBHUX PEYOBUH (TOPMO-
HiB, MeiaTopiB, (haKTOPiB POCTY TOIIO) BCEPEAUHY
KITUHU (D0 sapa abo iHmumx i yactuH) [38].
BcTraHoBieHO, 110 MATOreHHI OpraHi3My YU iXHi
eJIiCUTOPU iIHAYKYIOTh Y POCIMHHIN KJIITUHI Kac-
KaJ BiIMOBIZHMX 3aXMCHMX Peakiliii 3aJ0Bro M0
TOTO, SIK CTiliKiCThb YU CIPUIHSITIMBICTD IIPOSIB-
JISIETHCSI TOBHOIO Mipoto. Binbiiie Toro, curHanabHi
CUCTEMH IHIIIOIOTHh IIOYATKOBI €Taly peakiliid
pPOCIIMH, SIKi BPELITi-pellIT BM3HAYAIOTh CYMiCHY
a00 HeCYMiCHY B3aEMOIIO 3 TTaToreHoM. CUTrHajIb-
Hi CHCTEMU PO3TOYMHAIOThCS 3 KOHTAKTY ITaToreHa
Y1 MOTO eTiCUTOpa 3 PeIeNITOPOM, SIKHIA, K TIpa-
BWJIO, JIOKAJTi30BaHMIA Ha IIMTOIUIA3MAaTUIHI MEeM-
OpaHi, i 3aKiHUYIOTbCSI 3aXMCHOIO BiIITOBiIIIO
POCJMHHOI KJIITUHU. 3aBIAHHSIM TaKMX CUCTEM €
mnepenava i IMiACWICHHS CUTHANY, SIKMIA Iioe Bin
rmaToreHa 4u ioro emicuropa [39].

Ha cporoaHi BimoMi Taki OCHOBHI CUTHaJIbHI
CHCTEMU Y POCIINH: HuKiIoaaeHiaTHa; Ca-docdo-
iHO3MTOJNBbHA; ninmokcureHasHa; HAJI®H-okcu-
reHasHa (cymepokxcuacuHTazHa); NO-cuHTa3Ha;
MAP-kiHa3Ha; GochOTUINIKUCIOTHA.
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Ilinkom fiMOBiIpHO, 110 3yCUJJIIMUA JOCJIiTHU -
KiB, SIKi IpallOI0Th y Tajay3i TpaHCIYKIlil CUTHAJIIB
B POCJIMHHUX OpraHi3Max, OyayThb BiZKpHTi 11Ie HO-
Bi CUTHAJIbHI CUCTEMMU 1 MEXaHI3MU iIXHBOI B3aEMO-
aii [39].

Eaicumopu. B octaHHi poku Bce Oiibllle yBaru
NPUIINSIETbCSI BUBUYEHHIO MEXaHi3MiB B3a€MOIil
naToreHiB i pocsiuH. OCHOBHE IMMUTAHHS, 110 HUHI
LiKaBUTh BCiX TOCAIIHUKIB — SIKUM YMHOM iHITYy-
KYETbCS CTIMKICTh B POCAMHHUX TKAaHUHAX, Bid-
JaJIeHUX Bill Miclisl iH(iKyBaHHSI 1X IaTOT€HOM.
ITpunycka€eTbes, 110 B pOoCAMHAX iCHYIOTh II€BHi
MOOiJIbHI MOJIEKYJIU, 3AaTHI aKTUBYBATU MeXaHi3M
CUCTEMHOI CTiliKocTi o martoreHa. Ha posp Ta-
KUX MIXKJIITUHHUX CUCTEMHUX CUTHAJIbHUX MO-
JIEKYJT MOXYTb MpPETEeHIYBaTH MOJIEKYJIU, 3MaTHi
CMHTE3yBaTUCh B POCJIMHi, pyXaTMChb IIO Hiii Ta
IHIyKyBaTH 3aXMCcHi MexaHizmu [39].

IcHyBaHHSI MOOIIBHUX CUTHaNiB OyJO Tepe-
baueHo 11e Poccom [40], sskuii mpumycTus, 110 B
IHOKYJIbOBAaHUX BipyCOM TKaHMHAaX YTBOPIOETHCS
pedoBrHa (a00 PeYOBMHM), sIKAa MOXKE ITOIIMPIO-
BaTUCh i3 30HU iH(PiKyBaHHS B HEYypaKeHi TKaHU-
HU i MM CaMMM 3yMOBIJIIOBATH CTiliKiCTb POCINH
JI0 IOBTOPHOI iH(eKIIii.

CriouatKy TepMiH «eJIiCUTOPU» BUKOPUCTOBY-
BaBCsI JIJIST TOTO, II00 03HAYUTU KOMIIOHEHTH, SIKi
IHAYKYIOTh HAKOMMYE€HHSI aHTUMiKpOOHUX (iTO-
aJleKCuHiB B pociauHax. HuHi 1ieil TepMiH BUKO-
PUCTOBYETHCS 111010 Pi3HUX areHTiB, SKi CTUMY-
JIIOIOTh OyJb-sSIKWI TUIT 3aXMCHOI BiMOBii. 3a 3a-
raJibHONpUiHATOI0 TepMiHoJiorieto Kina [9], eni-
cuTopu — 1€ crieuudivuHi iHgyKTopu. Po3pisHsi-
I0Th €K30T€HHI Ta €HIOI€HHI eJlicuTopu. SK mpa-
BUJIO, 11€ HU3bKOMOJIEKYJISIpDHI KOMIIOHEHTH, SIKi
a00 CUHTE3YIOThCS B KJIITUHI de novo, abo € 1o-
XiTHUMU TOJIMEPHUX TONIEPEIHMKIB, 1110 BUHU-
KarTh B mpoleci nepediry iHgexiii. CurHaabHu-
MU MOJIEKYJIaMU, sIKi BUKJIMKAIOTh BiAIIOBIiIb pOC-
JIMHHUX KJITUH Ha iH(piKyBaHHs MaToreHaMM,
MOXYTb OyTH €JiCUTOPU Pi3HOI MPUPOIU: OLIKU
(B TOMY 4MCJIi i INIIKOIIPOTEIHU), OJirocaxapuan
(IMpOAYKTU HEMOBHOIO TiIpoJii3y IojicaxapuiiB
KJIITUHHUX CTiHOK POCJAMHM-Xa3sliHa Ta MaTore-
Ha), TIOJIiIeHOBI XXUPHi KUCIOTHU, apaxidoHaT, eii-
KO3a-IlaHTaeHoaT, LepeOdpo3uan, MPOAYKTHU Tid-
podizy KytuHy Touo [41]. Cepen enicuTopiB €K30-
TEHHOTO MOXOIKEHHSI MOXYTbh OYyTHM MNPOLYKTHU
canpodiTHUX MiKpoOpraHi3MiB, HAITPUKIAI APiK-
JIXIB, SIKi € CKJIaJoBOIO eImidiTHOI Mikpodiopu
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pPOCJIMH. APrYMEHTOM Ha KOPUCTb L€l AYMKHU €
Te, 1110 APiKIKOBI moicaxapuan, 30KpemMa MaHa-
HU pi3HOI OyIOBU, MOXYThb iHAYKYBaTH 3aXHUCHi
MEXaHi3MU Yy POCJIMH, HaAYYTJIMBUX J0 Bipycy
TIOTIOHOBOI Mo3aiku (BTM) [22]. Exicutopu pi3-
HOI XiMIiYHOI CTPYKTYPU Ta MOXOJKEHHSI MOXYTh
3aMycKaTU 3aXUCHY BillOBib SIK B LI poCIu-
Hi, TaK i B KYJIbTYpi POCIMHHUX KIJIiITUH.

DyHKIIiT eK30TeHHUX eJIiICUTOPiB BUKOHYIOThH
IeBHI MeTa0OJIiTU YU CTPYKTYPHI KOMIIOHEHTH
(biTomaroreHin, 1is SIKMX Ha POCIAUHU MPU3BOAUTD
JI0 BKJTIOYEHHSI 3aXMCHUX peakiliii B POCTMHHUX
TKaHMWHAaX. 3TiIHO 3 TEOPi€I0 «TeH-Ha-TeH» POA0C-
neuurgiyHi eJiCUTOpu MOXYTh OyTH HPSIMUMU
Y1 OTNOCEPEAKOBAHUMU IMPOAYKTAMU T€HIB aBipy-
JICHTHOCTI Ta iHAYKYBaTU CTIMKiCTb JIUIIE B POC-
JIMHAX, IKi MalOTh BiIMOBIIHMI TeH CcTiiikocTi. [e-
TepMiHAaHTaMM aBipyJEHTHOCTI IIPXM B3a€EMOJil
BTM 3 pocimHaMu-Xa3sisIMU MOXKYTh OyTM Karl-
CUJIHUI OUIOK, periikaza abo TpaHCHOPTHUIA Oi-
Jnok. KancugHuii OGi10K Bipycy 3MOPIIKYBaTOCTI
TYPHEIICY € eJiCUTOPOM HAaTJYyTJIMBOI BiAIOBimi
(B3aemomie 3 (pakTOPOM TPAHCKPMUIILIii) B POCIN-
Hax, ypaxkeHux 1M Bipycom [42]. B Tomarax mpo-
IykT reHa Tm2(2) B3aeMoji€ 3 TPAaHCIOPTHUM
OiIKOM Bipycy MO3aiky TOMATIB $IK €JIiCUTOPOM
[43], a nominanTHMii TeH cTilikocTti RCY1 komye
140 xI1a 6imox 3 CC-NBS-LRR-mocigoBHicTIO,
SIKMIA B3a€EMOJII€ 3 KAaIICUIHUM OLJIKOM Bipycy MO-
3aiKM OripKa Ta 3aIlyCKa€ IIpOoLieCH TPaHCHAYKIIil
CUTHAJTy, Y9aCHMKAMM SIKOI € CaiIIMIOBa KUCIOTa
(CK) Ta etusieH [44]. Avr-TeHu pi3HMX IaTOT€HiB
B CTPYKTYPHOMY BiITHOILIEHHI AyXe BiIpi3HIIOTHCS
OIMH Bil 0OOHOTO, 00, OYEBUIHO, IIEPBICHO BUKO-
HyBaJIM pi3Hi OiosoriuHi ¢pyHKIil [45].

J1o eHIOreHHMX eJIICUTOPIB HajleXKaTh PEYOBU -
HH, Ki YTBOPIOIOTHCS Y MOIIKOMKEHNX POCTUH-
Hux KniTuHax. 1i peuoBUHU Oit0Th MOAIOHO 10 rop-
MOHIB, SIKi ITOIIMPIOIOTLCS IO POCJINHI, 3B’ SI3YIOTh-
cs 31 crienuivHUMM pelenTopaMy Ha KIITUH-
HUX MeMOpaHaX Ta iHilliI0I0Th KacKal 3aXMCHUX
peaxuiii [46]. 3a BipycHuX iHbeKLii QyHKIIIT eTi-
CUTOPIB MOXYTh BUKOHYBAaTU €HIOTEHHI I10JIi- Ta
ojirocaxapuau (OJiroraJakTOypoOHIiAW i KCUIOT-
moxkaHu) [19, 47], riikonpoTeiHU MiXXKKJTITUHHO-
ro mpocropy [48] Ta KOMITOHEHTHU KJIITUHHUX CTi-
HOK pociivH [49].

Jlo BTOPMHHUX €JIiICUTOPIB, IO YTBOPIOIOTHCS
B KJIITUHAX POCIIMH IIiJ mi€lo OioreHHUX Ta adio-
TE€HHUX CTPECOPIB, BITHOCATH (DiTOTOPMOHU — E€TH-
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JIeH, aOCILIU30BY, XKAaCMOHOBY, CaJliLILJIOBY KUCJIO-
TH, a TAKOX MOJIIMENTUI CUCTEMiH Ta AesKi iHIIi
CMOJIYKMU.

[Tpouec po3mizHaBaHHSI TaKMX CUTHAJIIB Bill-
OyBa€eThCSI 3a YYaCTi «CUTHAJbHUX CUCTEM», SIKi
BU3HAYalOTh peaklilo KJITUH Ha pi3Hi XiMiuyHi Ta
GbiznyHi YMHHUKU. EJlicuTopu «BKJTII0YalOTh» Pi3Hi
CUTHAJIbHI CUCTEMU POCIMHHUX KJIITAH, 1110 TPU-
3BOAUTh [0 €KCHpecii 3aXMCHUX T'eHiB, CUHTE3Yy
BiIMOBimHMX OiIKiB, yTBOpeHHST (iTOAJIEKCUHIB i,
HapellTi, GopMyBaHHS CTilIKOCTiI POCIMH A0 Ia-
ToreHiB [51].

CucreMu po3Ili3HaBaHHS €JIiCUTOPIB, SKi aK-
THUBYIOTb 0araTOKOMITOHEHTHiI BHYTPilIHBOKJIi-
TUHHI 3aXMCHI CUTHAIBHI IIJISIXW, JOCUTh CKJIaIHI
Ta OCTaTOYHO HE BMBYECHI.

Peuenmopu. ®iTonaToreHHi Bipycu ypaxyroTb
POCIMHU 4Yepe3 MOpaHEHHS, a MiXXKIITUHHE I10-
IIMPEHHST BipyCHUX KOMITOHEHTIB BigOyBa€ThCS
yepe3 miasMonecMu. Po3smizHaBaHHSI TIPOIYKTiB
Avr-TeHiB rpubiB BiZOyBa€eThbCS 3a ydyacTi MeMO-
paHHMX peLeITOpPiB, B TOI Yac SIK BipyCHi i 0ak-
TepiaJibHi €JICUTOPU CIIPUMMAIOTHCST Y MiXKKITi-
TUHHOMY IIPOCTOPi POCJUH 3aBASIKA PO3YMHHUM
pelenropam.

Peuentopu — 1ue 0inku, sgki crneuudiyHo
3B’SI3YIOThCS 3 BiATTOBIZHUMM JliraHAaMU. 3B’ s13y-
FOUYHUCH 3 JTiraHAOM, PELIETITOP 3MiHIOE CBOIO ITPOC-
TOPOBY CTPYKTYpY (KOH(opMmallilo) i 3amycKae
MEeBHY MOCiTOBHICTh 010XIMIYHUX peaKLill y KiTi-
TUHI. PeienTop He3anexkHO Bifg mpupoau e(peKTo-
pa Mae NoAioHy OyIOBY: NiISTHKY, IKa 3HAXOIUTh-
¢S 1103a KJIITUHOIO, BHYTPIITHEOMEMOPaHHY JiIsTH-
KY, a TAKOX JUISTHKY, 3aHYPEHY B LIUTOILIa3My. 30B-
HILIHY 1 BHYTPIIIHS OUISHKKM pelenTopa Bapia-
OeJibHi, a cepelHs YyacThUHa — KOHCTaHTHa. 30B-
HilHiA N-KiHelpb pelenTopa creunudiyHuii ei-
CUTOpY, TOAi K BHYTpilliHiii C-KiHellb acoliiio-
BaHUM 3 pelieNITOpOM MeBHOro pepmeHTy. OcTaH-
HE 1 BU3HAYAE, 3 SIKOIO i3 CUTHAJIbHUX CUCTEM Oy1e
3aificHIoBaTUCh B3aemomisa [39]. He BukitoueHo,
110 OiITKOBUIA pelienTop MOAIOHO OO0 OaraThox
(hepMEeHTIB Ma€ JIEKTUHOBY aKTUBHICTb, aJKe iHi-
miawiss HYP y pociuH MoXe aKTUBiI3yBaTUCh I10-
JIi- Ta ojirocaxapuaaMu i OJIOKyBaTHCS MOHOCa-
XapujaMuy — ranTeHaMM JJIs1 IEKTUHA ITeBHOI BYT-
JneBoaHoi crienudiyHocti [19, 22].

Mexanizm. Ilepiiym eTarioM TpaHCAYKIIil CUT-
Hajly € CIHPUUHSITTS IO3aKJiTUHHOIO CUTHAJy i
nepenaya foro yepes Iia3aMaTUUYHy MeMOpaHy, B
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pe3yJibTaTi 4Y0ro HaKOIMMYYIOThCS BHYTPILIHBO-
KJIITUHHI CUTHAJIbHI MOJIEKYJIM, aKTUBHICTh SIKUX
MPU3BOAUTH J0 aKTUBALlil €KCIpecil TeHiB CTili-
Kocti [51]. JIist Toro o0 3aIlycTUTU KacKaid pe-
aKIIi TpaHCAYKIIii CUTHAIY, HeOOXiIHO, 1100 6io-
JIOTIYHO aKTMBHA pPEeYOBMHA/MiraH 3B’s3a/ach i3
30BHIIIHBOIO JTIJITHKOIO pelenTopa, JoKari3oBa-
Horo B Iuta3MasieMi. CaMe perenTop-ornocepes-
KOBaH€ BIi3HABAHHS iHIllil0O€ KJIITUHHI i CUCTEMHI
CUTHAJIbHI MpPOLIECH, SIKi aKTUBYIOTh OaraTOKOM-
MOHEHTHY 3aXMCHY BilMOBiIb Ha JIOKAJILHOMY Ta
CUCTEMHOMY PiBHSIX, B pe3yjbTaTi 4oro BigOyBa-
€TbCSl 1IBUJKE BCTAHOBJIEHHS JIOKAJIbHOI CTili-
KOCTi Ta aKTMBYEThCSI CUCTEMHA HaOyTa CTIMKiCTh
[51]. R-Oinku j0Kaji3yloThCsl Ha IJ1a3MaTU4HilA
MeMOpaHi abo B 1iuto307i [52]. biaburicte R-0in-
KiB He 3B’s13aHi 3 MeMOpaHOI0, TOMY cIlelupiuHi
eJTiCUTOPU MOXYTb KOHTAKTYBaTU 3 HUMHU JIUIIIE
OITOCEPEIKOBAHO 3a JOMTOMOTOI0 €K30TeHHMX Ta
€HJAOTeHHUX YMHHUKIB (KOMIIOHEHTH BipyCHUX
YacCTOK, TJIIKOMPOTEIHM, TJlikaHu Toio) [19, 38].
VTBOpEeHHS KOMIUIEKCY pelenTop—esicuTop

KiioHoBaHi reHu cTidKOCTi Ta BiNOBiAHI eicuTOpH
(mut. 3a [50])

Ten Bun i Bipyc I]po;[yknx} I‘CH.iB aBipyJieH-
POCIMHU-Xa3s1i- THOCTI (eJicuTopu)
N N. tabacum BTM Xenika3zHuit nomMeH pe-
TUTiKa3Ku
Rx1 S. tuberosum XBK Kb
Rx2 S. tuberosum XBK Kb
Sw5 S. esculentum BBT Tb
HRT  A. thaliana B3T Kb
RTMI1 A. thaliana BI'T HB
RTM2 A. thaliana BI'T HB
RCY1 A. thaliana BMO Kb
Tm2(2) S. lycopersicum BMT Th
Pvr21 C. annum YBK VPg
Pvr22
Mol 1 L. sativa BMJI HB
Mol 2
Sbm 1 P sativum BM3 HB

IIpumitka. BMO — Bipyc Mo3aiku oripkiB; BTM — Bipyc
TIOTIOHOBOI Mo3aiku, XBK — X-Bipyc kaprorii; YBK —
Y-Bipyc kaptorii; BMT — Bipyc mo3aiku TomatiB; BBT —
Bipyc 6poH30BocTi ToMaTiB; B3T — Bipyc 3MOpILIKyBaTOC-
Ti TypHernca; BI'T — Bipyc rpaBipyBaHHsI TIoTIoHY; BMJI —
Bipyc Mo3aiku jatyka; BM3HI — Bipyc Mo3aiku 3apoaKiB
HaciHHg ropoxy; Kb — kancunnuii 6inok; Th — TtpaHc-
MOPTHUI1 OiJIOK, HB — HE BU3HAYEHO.
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Puc. 1. [oy10BHI KOMIIOHEHTH CUCTEMU TPAHCAYKIii CUTHAIY POCIUHHOI KJIITUHU [55]

MIPU3BOAUTH JI0 3aIyCKy KacKamay peakiliii TpaHc-
IYKIIii CUTHAIY, B Pe3yabTraTi Y0ro CUTHAI iCTOTHO
MiICUITIOETHCS i TIEPEIAETHCS 10 TEHOMY KIIITUHIU.
Jlo paHHIX TTofii, sIKi BiTOYBalOThCS B POCIMHHUX
KJIITUHAX, HajexaTb 3MiHW MPOHUKHOCTI TIa3-
MaTUYHOI MeMOpaHHU, B pe3yJIbTaTi Y0TO KaJbLiii
1 IPOTOHM HAAXOAATD B KJIIITUHY, a KaJIiii i XJIOpUI
BUXOIITh 3 Hei. loHHI MOTOKM 3a yyacTi MemO-
panHoi NADPH-oxcumasn Tta mepokcumasu
amnoIuviacTy iHAYKYIOTh YTBOPEHHSI Pi3HMX BHIIiB
PEaKTUBHOTO KUCHIO — cyrepokcumy O, TTepoK-
cuny BogHio H,0, ta BimbHux pagukanis OH~-
[55]. MoyaTKoBi eTanu «OKCUAATUBHOTO BUOYXY»
BigOYBalOTHCSI SIK TaKi, IO HEOOXimHI IS II0-
JaJIbIIMX €TalliB TPAaHCOYKIil CUTHAJY, B PE3Yib-
TaTi YOO aKTMBYETHCS BHCOKOIHTETpOBaHA CHUT-
HaJTbHa CiTKa, sIKa 3aITyCcKa€e TTOBHY, BCEOXOTUTIOI0UY
3axucHy Bigmosigb (puc. 1). Takuit epekT qocsra-
€THCS 3a paXyHOK TaK 3BaHMX BTOPMHHUX ITOCE-
penHuKiB (second messengers), sIKi TpaHC(hOpMY-

60

IOTh MO3aKJIITUHHUI CUTHAJI Y BHYTPIIIHHOKIIi-
TUHHUA. [0 KJ1acy «BTOPUHHUX MOCEPETHUKIB»,
OKpIM Pi3HMX BUAIB peaKTMBHOTO KHCHIO, Hajle-
*katb NO, caminuioBa KMCIOTa Ta TaKi CIIOJIYKH,
K HUKTYHUN ameHo3nHMoHOodochaTr (HAMD)
Ta ryaHo3nHMoHodocdar (uI' M®D), 110 yTBOpIO-
10Thes i3 AT® Ta I'TO BignmosinHo [54, 4], a MOX-
JINBO, i ByrIeBOABMicCHi GiomosiMmepu [19]. «Brto-
PMHHI MECEHIXEPU» B3aEMOIIIOTh 3 KIITUHHUMU
OisikamMu — MpoTeiHKiHazaMu, akTuByouM ix. Iin
BIUIMBOM OCTaHHIX BimOyBa€eTbCs LM KacKan
peakuiii (pochopuatoBaHHs/aedhochoprItoBaHHS
IHIIMX OIJIKiB, BHACIIIOK YOr0 MITOT€HHMIA CUT-
HaJl 1oxoauTh 10 siapa. @ochopuitoBaHHs Oika
MPU3BOIUTH IO 3MiHM HOr0 IIPOCTOPOBOI KOH(i-
rypaiiii Ta CTUMYJIsILIT (DepMEHTATUBHOI aKTUBHOC-
Ti. 3aBOsIKM 0araTOCTYIIEHEBOMY IIPOLIECY aKTH-
Ballii peryJisiTOpHUX OiJIKiB BiIOyBa€eThCS eKCITpe-
Cisl BiITIOBIMHMX T'€HIB, SIKi PETYIIOIOTH IIPOLECH
npodidepatii, nudepeHuiallii KIiTUHA To1IO [4].
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[HITMMM KOMIIOHEHTaAMU CUTHAJIbHOI CUCTEMU
€ cneundiyHo iHAYKOBaHi hocdoinasu, siki rif-
pOJIi3yIOTh HEHACUUEHIi KMPHi KMCJIOTU BCEPEaU-
Hi MeMOpaHU, pe3yJIbTaTOM YOro € YTBOPEHHS JIi-
HOJIEBUX KMCJIOT, KOTPi CIIyTYIOTh CyOCTpaTOM IS
YTBOPEHHSI 3KaCMOHATY i MeTWIKacMoHary [26].

®ditoropmonu caninmiona kuciora (CK), xac-
moHoBa kuciora (XKK) iernyieH € KIO4YOBUMU
YMHHMKAMU B PErYJIsILii aKTUBHUX 3aXUCHUX Me-
XaHi3MiB [54—57]. IH1i pocaMHHI TOPMOHM — abcC-
u3oBa kuciuora [60], ridepeninu [61], aykcuHu
[62] — Tex BimirparoTh BaXJIMBY pOJib, aJie iXHE 3Ha-
YeHHSI B IMyHHI{ BiAIIOBii pOCJIMH MEHIII BUBYEHE.

BBaxkaroTh, 1110 eTUJIeH:KaCMOHAaTHA CUTHAJIb-
Ha CHUCTEeMa Ta CHUCTeMa 3a Y4acTi CalillMI0BOL
KUCJIOTU € aHTAarOHiCTUYHUMU [63].

AKTUBaLlisI IJISIXiB TPAHCAYKIIil CUTHAITY TP~
3BOJUTH A0 3HAYHUX 3MiH KJIITUHHOTO METa00 i3~
My, 30KpeMa aKTMBHOCTI reHiB. PociuHu cuHTe-
3yI0Th BEJIUKY KiJIbKiCTh OiJIKiB, IKi 0€pyTh y4acTh
B 3aXMCHUX peakirisix. OKpiM I'eHiB CTiiIKOCTI i Te-
HiB, 1110 KOAYIOTh OiJIKM TpaHCIAYKIIil CUTHAJTY, aK-
TUBYIOThCS TeHU PR-0inKiB, a TakoxX ¢epMEeHTiB,
SKi O0epyTh y4yacTh B YTBOPEHHIi (biTOaJeKCUHIB,
JirHidikanii Ta penapatii KJiTaH [64].

Moxnuea ponb N-GinkiB y TpaHcaykujii curHany
B pocCnuHax, ypaxeHux BTM

ITeHeTUYHi acmekTW CTIMKOCTI TIOTIOHY IO
BTM, oOGymoBiaeHoi N-reHoM Hag4yyTJIMBOCTI,
OCBIiTJIEHI y meplIoMy poO3IiJi JaHOI pPOOOTH.
OmnocepenkoBaHa N-reHoM B3aemonisi BTM 3
HaTIyTIUBOIO POCIMHOIO-Xa3siHOM MOBTUII Yac
CyTyBaJla KJIACUYHOIO MOIEJUTIO TSI BUBYECHHS
MEXaHi3My CTiKOCTi pOCIMHM [0 MaTOreHiB. Y
BiIMOBITHOCTI 3 iCHYIOUMMU YSIBJICHHSIMU (puc. 2)
N-0i10K MOXKe 3aIlycKaTu KacKaj BHYTPIllIHbO-
KJIIITUHHUX peaklliii, pe3yJIbTaTOM SIK1X € aKTUBa-
uist pakropa tpanckpuriii Nf-kB. Ileit ¢axrop
IHAYKY€E CHHTE3 3aXMCHUX I CUTHAJIIbHUX OLIKIB,
sKi OepyThb y4yacTb B CUTHaJbHIll TpaHCHOYKIIii.
Nf-kB aktuByeTbcs He nuine N-0inkoMm, ae i ae-
SIKUMU e(EeKTOPHUMU MOJIEKYJIaMM — KiHa3aMu,
docdarazamu un nporeazamu [65]. 3rigHo 3 i-
raHJI-peLenTopHoIo Moaesutio N-0OiI0K die sIK pe-
LIENITOP, a IIPOAYKT I'eHa aBipyJIeHTHOCTI ImaTore-
Ha (Avr-jirannm) — sk enicurtop [9, 15].

Bipycna PHK B pocimHHMX KJIiTUHAX aeKarl-
CUAYETHCS, i KOTOBaHI HE1O OiLIKM TPaHCIIOIOTHCS
YOTHpMa paMKaMu 34uTyBaHHs [66]. Binkm 126
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Ta 183 xk/la HmiloTh K perJjiika3y Ta MIiCTSITh Me-
TUATpaHcepa3Huil i xeaikazHuil nomeHu. Peruti-
ka3 126/183 x/la, HeoOXigHiI IJIsT peruTiKaLii Bi-
pycHoi PHK, nis1 ¢cBoro cuHTe3y BUKOPUCTOBY-
IOTh KJIITUHHUM MeXaHi3M TpaHcsuii. B iHdiko-
BaHiii BTM knituHi KancugHuii 6imok 17 x/la,
TpaHcmopTHUit Oiok 30 x/la Ta 6imok 54 xIa
TpaHcI0I0Thes 3 cyorenomHuoi MPHK [67]. Bera-
HOBJICHO, 1110 caMe XeJliKa3HUI JOMEH periiKa3u
BTM € Avr-0iIKoM, HEOOXiZHUM JIJIs iHIYKITii
HYP [68], a ninguka xenikazu 50 k/la ciyrye ei-
cutopom [69].

Tounuii MexaHi3M B3aEMOJil MixXX €JTiCUTOPOM
Ta KJIITUHHUM N-pelernTopoM, 1110 BilOyBa€ThCs
B mpoueci BTM (wram Ul)-iHgexkitii, Bce 111e He-
Bimomuii. ITpunyckawmoTh, 110 B 3aXMCHUM Mexa-
Hi3M, 00yMoBJieHUIA N-reHoM, MOXYTb 3a/Iy4aTrcs
TaKOX iHIII, 10JAaTKOBI YNHHUKU POCIMHU-Xa3si-
Ha. Tak, HellogaBHo 0yJ10 ineHTH(ikoBaHO NRG1-
oinok, sakuii Mae CC-NBS-LRR cTpykTypy Ta pa-
30M 3 N-pelLenTopoM Moxke OpaTu y4acTb y op-
MyBaHHI criiikocTi pocauH 10 BTM [70]. Biabia
TOro, AEsKi POCIMHHI OUIKM YTBOPIOIOTH KOMII-
JIEKCHU MiX c00010 I1e 10 iH(piKyBaHHS Yy BiACYT-
HocTi natoreHa. ITpoaykTu reHa CTiiiKOCTi, Bipo-
TiTHO, JiIOTh SIK OXOPOHIIi, SIKi pO3Mi3HAIOTh IIPO-
JIIYKTU TEHIB aBipyJEHTHOCTI 4epe3 IOoINepeaHbo
yTBOpeHui komiuiekc [71, 72].

Peuentop-iHAyKTOpHA MOJEb, 32 TOIIOMOI0I0
SIKOT MOXHA TIOSICHUTH SIKUM YMHOM TIPOIYKTH
N-reHa MOXYTb OpaTH y4yacTh B TPaHCAYKIIii CUT-
HaJy, CXeMaTUYHO TI0JIlaHa Ha pucC. 2.

B pesynbrati npoHUKHEHHS Bipycy B KJITUHY Ta
eKCIIpecii BipyCHOIO TeHOMY aKTUBYETHCSI CUHTE3
N-06inka, IKWit MOAIOHO IO IMTOIIa3MaTUIHOTO
oinka Toll npo3oginu Ta pelienTopa iHTepJieiikiHa
ccaBliB In-1 ¢yHKIlioHYe 5K perLienTop i 6e3ro-
CcepellHbO B3aEMOJIE€ 3 IMPOAYKTaMU I'€HiB aBipy-
neHtHocti BTM. BHaciigok Takoi B3aeMoJii 3a-
MMYCKAEThCS KacKaJl peakliliil, siKi BeIyTh O aKTH-
Ballii (pakTopa(iB) TpaHCKPUIILLii, 110 AePeIpecye
TeHU, HeOOXiIHi IJIs TIPOsIBY HAAUyTJIMBOI BilIlO-
Bimi [73].

BaxuuBoio ocobimBicTIO ekcrpecii R-reHis,
sIKi KomytoTh 0iiku 3 nomeHamu TIR-NBS-LRR,
€ Te, 1110 AeSKi 3 HUX 3aBISKU aJlbTepHATUBHOMY
CIUTAfICUHTY iHillIIOIOTh YTBOPEHHSI IIPUHAKMHI 1118
ogHoro TpaHckpuiita. Tak, N-reH TIOTIOHY eKC-
Mpecye NBa TPAHCKPUNTH — TIOBHOI MOBXUHM
(full-length N) Ta BKopoueHuit (truncated NY).
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BTM

L
Tpanckpunuis i oKcygaasa
TpaHciauia BTM

PeakTBHMIT KICEHb

Criiikicts PakTop(1) TpPaHCKPHUITLIIi
w
AKTHBaLis TeHiB
3aXUCTY

?

Puc. 2. MoxBa MOJe/Ib TpaHCIYKIIil CUTHAITY, OITOCepe/-
koBaHoi 0iikoM N: KC — kimitiHHa ctiHka, [IM — nna3ma-
TUYHa MeMOpaHa [65]

N-reH

IHTaKTHOI pOCINHU HecymicHicTb

Hanuytnusa peakiiis,
AKTUBALlisl 3aXMCHUX MEXaHi3MiB

Puc. 3. I'inmoternuHa cxema, sika IEMOHCTPYE 3MiHy KOH-

(opmartii N-reHa Ta aKTUBAIlif0 3aXMCHUX MEXaHi3MiB, 1110

BimOyBalOThCs B HAMIYTJIMBIl pOCIIMHI 3a BipycHOI iH(peK-
wii [76]

IcHye nymxka, 110 aJibTepHAaTUBHUI CILUIAMCHUHT
N-reHa Ta BifHOCHA IIBUAKICTh CUHTE3Y ABOX N-
MaTpullb peryoeTbcss BTM-iHayKoBaHUMU CUT-
Hanamu [74]. @yHKIiT pi3HUX TPAHCKPUIITIB Ta iX
MOJIMBUX MPOJYKTIB 3aJIMIIAIOTHCS HEBITOMM-
mu. IIpoTe, BUBUYEHHSI MOJEKYJISIPHUX OCOOIM-
BocCTell ekcrpecii N-reHa TIOTIOHY I10Ka3aJio, 1110
CIUTAMCUHT i ONTHUMAaJbHE CITiBBiIHOLIEHHS e-
TepMiHOBAaHMX HUM TPAHCKPUITIB BimirpamTh
KJIIOYOBY pOJib Y (hOpMYBaHHI HAOYTOI CTiIMKOCTI
POCJIMH 0 IOBTOPHOTO BipYyCHOTO YpaxK€HHS i,
OTXe, Yy TaJIbMyBaHHI naToj1oriyHoro mpoiecy [30,
74]. Posmi3zHaBaHHS XeNliKa3HOI OiasHKUA 126/

62

183 x/la pertikazu BTM BinOyBaeTbcs 3aBASIKU
LRR nomeny N-penenTtopa Ta pOCIMHHUM OiJl-
kaM NRG1 i N, gki HeoOXiaHi JUIsl po3Ili3HAaBaHHS
ejqicutopa Ta 3anmycky HYP [75]. BBaxaioTb,
o came 6imok N (TIR-NBS) B3aemonie 3 N-pe-
nentopoM Ta NRG1-06i1KoM pociamMHM-Xas3giHa i
TaKUM YMHOM KOOPIMHYE 3aXMCHY BiImoBiab [76].

HemonaBHo Oyj10 KJIOHOBAaHO i oXapakTepu-
30BaHO NH-reH — romosior N-reHa y cTiikux Ta
yytauBux 10 BTM pociauHax TioTioHy [77]. B
pociarHax 3 NH-reHoM He BiOyBa€ThCsl ajabTep-
HaTUBHOTO cIUIaiicuHry i 6itok NH" He cuHTE3Y-
eTbcs. BeranoBneHo, 1o npucyTHicTs NH-0inka
He TIepellKoIKalla CUCTEeMHOMY IOIIMPEHHIO Bi-
pycy, ToMy 0yJ10 3p00JIEHO TIPUITYILIEHHS, 1110 ca-
Me Oinok NH" BiamoBifgae 3a akTUBallil0 3aXUCHOI
BiamoBini y pocauH [77]. BBaxkawTb, 110 came
LRR-nomMeH € BignmoBigaJbHUM 3a crieuudidyHe
3B’sI3yBaHHS 3 JliraHaoM [78], MOXJIMBO, 3a paxy-
HOK JMMepu3allil OiJIKiB YK iHIIMX KOMITOHEHTIB,
sIKi OEpyTh YYacTh B CUTHAJIbHIl TpaHCAYKIIil, 200
yepe3 MOpPYILIeHHS Mpoliecy po3Ii3HaBaHHS CUT-
HajiB [79]. MoxuuBa ydyacth ykopoyeHux TIR-
NBS-06i1KiB B 3aXMCHiil BiIMOBiAi pOCIWH TIpeC-
TaBJieHa Ha puc. 3.

SIK TiIbKM MPOAYKT reHa CTIMKOCTI po3IliZHa€e
eJIiCUTOp, OCTaHHiI BCTYIIa€ y B3aEMO/IiI0 3 OiJIKa-
MU Xas3siHa i 0epe yJyacThb B Ilepefadi CUTHajly B
KJIiTUHI. AkTuBauisg N-pelenropa BiIOyBa€TbCs
Ha iHilianabHili cTagii iHdeKIlii 3aBaAsKu B3a€EMOIil
3 Avr-ejticutTopoMm (perulikazolo), CUHTe30BaHUM
B KJIiTUHI. B pe3ysibrati yCIilHOro po3nizHaBaHHs
ejlicuTopa BilOyBa€ThCsl aJIbTepHATUBHUI CILIaii-
cuHr N-TeHa Ta cuHTe3yloThcsl Oiiku N Ta N,
Xoya N"He mictuth LRR-10MeHa, BiH MOXKe I1-
MepusyBaTuch 3 N-pelenTopoM i/abo 3 iHIMMu
oinkamu, gk, Hanpuknaga, NRG1 yepe3 TIR-nmo-
MEH, iiHOyKyBaTW MOBHOLIIHHY 3aXMCHY BilIO-
Biab [77]. Came 3aBngku TIR-momeHy Moxe Bia-
OyBaTuCh (pochopuiiroBaHHs OUIKIB IOAIOHO 10
TOrO, $SIK 1I¢ BiIOYBAa€ThCs B KJIITUHAX TBApUH 3a-
Basiku TLR (toll like receptors) Ta Toll B kiriTHax
Drosophila [80].

%

3a ocTaHHI poKM OYJ10 KJIOHOBAaHO Ta IIpoaHa-
JII30BaHO IIPOAYKTHM OaraThOX TEHIB CTIMKOCTI y
pociuH. BueHi HaMaraiauch po3poOUTH 3arajibHy
TEOpilo 1100 MeXaHi3MiB CTIKOCTi i CIpUIAHST-
JIMBOCTi Ta KOEBOJIIOLii POCAMHHUX TATOTeHIB i
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iXHiX Xa3diB. YBara rojjOBHMM YMHOM TIPUIiJIsI-
Jachb MOHOTEHHIN JOMIiHAHTHIN CTIAKOCTI IO
rpUOHUX i OaKTepiaIbHUX MTAaTOreHiB, OJHAK iICHY-
JOTh YiTKi J0Ka3M, 110 3aXMCHi MeXaHi3MH, epeK-
TUBHI 1IOJ0 OakTepiii i rpnbiB, € HecreUpiyHM-
MU i YMUHHUMU TaKOXK 11010 BipyCHOI iH(eKIIii.

Tak, dochopuatoBaHHSI OiJIKiB Yy pOCIUH SIK
HeoOXigZHMI eTaln TpaHCOYKILIil CUTHay BigOyBa-
eTbesl yepe3 TIR-momeH. Lleii nmpoliec nogioHUMA
110 TIPOLIECIB, SIKi OyJIM OIMcaHi B KJIiTMHAX TBa-
pun misg TLR, RIL1 y ccaBuiB i Toll y xiriTnHax
Drosophila [80—82]. B kjiTHaX ccaBlIiB OIMCAaHO
10 TLR pomeHiB, a HaiiOijiblle BUBYEHUMU €
TLR2 ta TLR4. 1li peuentopn po3mi3HAIOTh JIi-
rnomnoJjiicaxapuiay Ta MeNnTUIOITiKaHU TI'paMHera-
TUBHUX OakTepiii. BoHn MaroTh BapiabeabHy yac-
TuHY B TIR-g0MeHi, sika cipusie roMOIMMepU3a-
1ii OiJIKiB, Ta KOHCEpBATUBHY HiJSHKY, 110 Oepe
yyacTh B rerepoaumMepusauii 3 TIR-gomenamu
iHImuMx OinkiB (Hampukiaan MyDS88). B3aemogmis 3
LMMHU aJalNTAUBHUMU MOJIEKYJIaMM JO3BOJISIE 3a-
MYCTUTU TIPOLIECHU TIepenadi CUTHaIiB yepe3 ce-
PUH/TPEOHiH MpoTeiHKiHa3y. B pesynsraTi 11bOro
BimOyBa€eThbcs BUXiJ pakTopa TpaHckpuiii Nf-kB
i3 LIMTOILIa3MU B SIIPO Ta 3B’s13yBaHHS Iioro 3 IkB
NISTHKOIO, SIKa 3HAXOAWThCSI B IIPOMOTOPIi T'€HiB,
110 6epyTh y4acTh B aKTUBALlii iIMyHHOI BiIMOBIIi.
Taki mpoiecu MpU3BOAATH OO0 aKTMBallii TpaHC-
KPpUILIil TeHiB, 3aJ1ydeHuXx y opMyBaHHS iMyH-
HOI BiTIOBii B pOCJIMH 3a BipyCHOI iH(eKIIii.

OnucaHuii MexaHi3M OyJ0 3alpornoHOBAHO
JJIST IOSICHEHHSI Tiepenadi CUrHaIy Bill eJlicuTopa
10 pelenTopa, TooTo IKkuM ynHoM BTM -xenika-
3a (BipyCHUI eTicUTOp) MOXKe aKTUBYBaTH (haKTO-
pu TpaHckpuiii yepe3 N-peuentop. Hapasi ana-
noru IkB Oyno BusiBieHo B pocinuHax Arabidopsis
i TroTIoHy. Tak, B 6inkax NPR1/N1MI, saxki yTBo-
PIOIOTBCSI B POCJIMHI ITiCsT 00OpOoOKM caslilliIo-
BOIO KUCJIOTOIO, BUSIBJISIFOTHCS YOTUPU aHKIpUH-
noBTOpU, TomoJjoriyHi TakuM B IkB ccaBuiB Ta
cactus-0inka Drosophila. 11i aHKipyH-MOTUBU He-
00xinHi Juisg B3aeMomii 3 Nf-kB, Tomy npunyctuim,
mo NPR1/NI1MI1 B3aeMoniioTh 3 iHIIMMU OinKa-
MU, MOXKJINUBO 3 (paKTOpaMM TPaHCKPUIILii, came
yepes 1li TOBTOPH.

B npoiieci po3BUTKY CTiKOCTi, OMOcepeaKo-
BaHoi TIR/NBS/LRR-peuenTopom, 3okpema N-
petenropoMm, 0yino BusiBieHo EDS1-6inku. Tenu
EDSI1 0yJ10 KJIOHOBAaHO Ta 0XapaKTepU30BaHO 111e
B 1999 p. [83]. BcTtaHOBJIEHO, 1110 BOHU KOIYIOTh
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OiJIKM 3 BUCOKMM CTyIIeHEM TI'OMOJIOTil J0 Jiirnas
eykapioT. i pepMeHTH MOXYTb BUKJIMKATU TiI-
POJIi3 JIiMiAHUX MOJIEKYJ 3a HaAUyTJIMBOI peakilii.
HeionaBHo 0yno BctaHoBeHO, 1110 MAPK, SIPK
(salicylic acid-induced protein kinase), WIPK
(wounding-induced protein kinase) 6epyTh yyacTb
B N-orocepenKoBaHiii cTiiikocTi [84].

Maitxe miBCTOMITTS Oy10 HEOOXiTHO, 100 3pO-
3yYMITH KOMIUIEKC B3aEMO/Ili, sIKi BCTAHOBJIIOIOTh-
Cs1 Ha KJIITUHHOMY PiBHiI MiX pOCIMHOIO Ta Bipy-
camu. Po3ymiHHS cTpykTypH i pyHKUiA R-reHiB
BiIKpUBA€E LIMPOKI MEePCIEKTUBU IJIsI CTBOPEHHS
CTiIMIKMX O TaTOreHiB COPTiB pociauH. TpaHCreHHi
POCJMHMU, CTiliKi 10 MAaTOreHiB, MOXHA OTpUMAaTH
T€HHO-IHXEHEPHUMMU METOAAMM, ILIJIIXOM Ha-
MPaBJIEHOTO MYyTareHe3y YM LiJIeCTIPSIMOBAHOIO
(map-based cloning or positional) KJI0OHYBaHHSI.
Ha xanb yHK1ii 6aratbox OUJIKiB Ta iHIIMX MO-
JIEKYJ, SIKi B3aEMOJIiOTh 3 R-reHamu mia yac me-
peOiry 3axucHUX peakiliii, BCe 1€ 3aIMIIalThCs
HeBigoMUMU. BiaTak 3maeThes LiJIKOM BUTpaBaa-
HUM 3a JIONOMOTOI0 MOJIEKYJISIPHO-0i0JIOTiYHUX
Ta 0IOXiMIYHUMX IMiXO/iB i METO/iB TPOBECTHU KJIO-
HYBaHHS i BUBYEHHS (DyHKIIii FeHiB, 1110 aKTHUBY-
IOThCS B MIPOLIECI iIMyHHOI BilMOBiIi POCMH.

Hapasi 3ycusuist BdeHUX 3HaUHOIO MipOIO CIIpsi-
MOBaHi Ha BUSIBJICHHS B POCJIMHAX aHAJIOT'iB IeHiB
criikocti RGA (resistance gene analogues) 3a m10-
IIOMOI0I0 MOJliMepa3HOoi JaHIIOIrOBOI peakilii.
PosBuToK reHeTnyHOro KapTyBaHHs 3 RGA-Map-
KepaMU MOXe MaTu 3Ha4YHY MEePCIEeKTUBY, 03K
BOHO [103BOJIUTH ileHTU(DIKYBATH AiISTHKU T€HO-
MY, IIOB’S13aHi 3 TeHaMu CTiliKocTi. Binkpurtrs Ta
JIOCJIII>KeHHSI HOBUX YMHHUKIB TPaAHCIYKIIil CUT-
HaJly, BUBYCHHSI JeTaJlel MeXaHi3My CHPUKAHSTTS
eJIiCUTOPHOTO CUTHAJY, MOro IiACUICHHS Ta, OT-
>Ke, aKTMBallil iMyHHOI BiAIOBidi Oyae CHpUITU
po3po01Ii HOBUX MiAXOAiB, TEXHOJOTIH i 3ac00iB
3axXMCTy POCJIMH BiJ XBOpOO Ta CTpPECiB.

A.M. Kyrychenko, O.G. Kovalenko

GENETIC BASES AND FUNCTIONING OF PLANT
SIGNAL TRANSDUCTION AT VIRUS RESISTANCE

Recent insights into virus-host interaction have been
compiled in this review, focusing on the genetic basis and
the modern conception of the molecular mechanisms of
pathogen (mostly viral) recognition by plants. The signifi-
cance of plant signal transduction systems and their key
factors are discussed. The possible role of different elicitors
in signal transduction processes has been considered.
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A.H. Kupuuenko, A.I. Kosasenko

FTEHETUYECKHWE OCHOBbI
N OYHKIIMOHNPOBAHUE CUCTEM
TPAHCAYKIIMU CUTHAJIOB Y PACTEHUN
[TPU BUPYCHOU PE3UCTEHTHOCTHU

AHaJ'lI/IBI/IpYIOTCH TEHECTUYCCKUE OCHOBBLI 1 COBPEMECH -

HBIE TIPEJCTaBICHUST O MOJIEKYJISIPHBIX MEXaHM3MaX pac-
TMO3HAaBaHUs PACTEHUSIMU TTaTOTEHOB TPEUMYIIIECTBEHHO
BUpYCHOIT Iprposl. OGCYyKmaeTcs 3HaUeHUE CUTHATBHBIX
CUCTEM U MX KJTIOUEBBIX (PAaKTOPOB B paCTUTETLHOM Opra-
HU3Me. PaccmarpuBaeTcss BO3MOXHOE yJacThe pa3jind-
HBIX eJTMCUTOPOB B TIPOIECCaX CUTHATBHOM TPAaHCTYKIIAHN.
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