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TEHU CTIMKOCTI IO BLUMERIA GRAMINIS
TA IXHI MPOAYKTH ¥ 3JAKIB

bopownucma poca € oonicro 3 naiibinous 0ecmpykmusHUX Xe0poo nuienuyi, o 3yMOo6aI0€ NOCMIUHY
nompeby 600CKOHANEHHs NUEHUYT 3a O3HAKOIW CMIUKOCMI. ATbMepHamueHumM 00 3a2a1bHOBICUBAHOO GU-
KOpUCMAaHHsL (hyneiyudie nioxooom y 6opomvoi 3 NAmMmo2eHoM € NPUBHECEHHS 00 2eHEMUYHO20 YTy NUEHUYT
M sikol eemie cmitikocmi 610 OUKOPOCIUX OUNIOIOHUX 8U0I8. Y cmammi po3ensHymo Kiacupikayiro cmitiko-
cmi 00 OOpoOwHUCINOL POCU 3ANEHCHO 810 CMAOIl OHMOSEHEMUUHO20 PO3GUMKY (CMIUKICMb NAPOCMKIE
i 00pocux pocaun), nposs 03Haxu (KLIbKicHa ma sKicHa), 2enis, sKi il 3abesneuyioms (WupoKoeo cnekmpa
i pacocneyugpiuna). Taxoxc cxapakmepuzosano eenu cmitikocmi. Kinbkicms ioenmu@ikosanux 2emie no-
cmitino 3pocmae, cmanom Ha 2019 pix 6yno ioenmugpixosarno 89 eenis/anenis. I'enu daxcanoi 03naxu noxo-
0simb IO PI3HUX OIUBLKOCHOPIOHEeHUX 6udie nuieHuyi, a came: xcuma nocignoeo (Secale cereale L.),
Dasypyrum villosum (L.) P. Candargy (Haynaldia villosa Schur), Thinopyrum intermedium, 6uodigé pooie
Aegilops ma Triticum. I'enu y3aeanvueHo 3a npoOyKmamit, XpoMoCOMHO JIOKAMIZAYIEI0, HAAGHICMIO A1eNi8.
3ayeasiceno, ujo 0 HUSKU 2eHi6 He 6CIMAHO8IEHO XPOMOCOMHOI HANLeJICHOCII ma DIIKIG, AKI 8OHU KOOYIOMDb.
Taxoorc akyenmosano yeazy na MONCIUBUX YCKIAOHEHHAX Ni0 Yac ONuUcy 2enie uepes Xubny ioenmughikayito
8oICe GIOKpUMUX aenie/2enis K Hosux. [IpodyKkmu eenie cmilikocmi NepesajiCHoO € peyenmopamil, ix Kiacu-
Qikyroms 3anexicHO 8I0 CKAADY OOMEHIS, 3 AKUX HAUOLIbUL eapiabenbHumu € bazami Ha Jelyur NO8Mopu,
Kompi 3abe3neuyoms cneyugiunicms 6L1Kie. Bzacmolis mixc egpexmopamu namozeny ma OLIKamu CmitiKo-
cmi 8i0bysacmuvcsi 6e3nocepednbo abo uepes NPOMINCHI TAHKU CUSHATbHO20 Kackady. I enu ma npooykmu
ONUCAHO 3a Pe3yIbMmamamit eKCnepuMenmie, npo8eoeHUx Ha NWeHUYl ma iHWUX MOOeTbHUX OP2aAHi3Max,
cepeo AKUX € 00HOO0ONbHI POCIUNU, HANPUKAAO PUC, XOUd AHATIZYEMbCS MAKONC IHPOpMaYis, Ompumana Ha

Arabidopsis thaliana.

Kurouosi ciioBa: 3maku, 00pomrHUCTa poca, MPOAYKTH IeHIB CTIHKOCTI, €(PEKTOPH NATOTCHY, B3aEMOTis

MIPOJYKTIB I'€HIB CTIMKOCTI 3 epekTopamu.

Annorekcaruioinna mmeHuns (Triticum aesti-
vum L.) mocinae apyre wicue micis KyKypyla3u
cepell KyJIbTHBOBaHUX 3JIaKiB 3a TUIONICIO TMOCIBIB.
OpHaK YUCETBHICTH JIIOJICHKOT MOMYIISIi 3pocTae,
a 0TXKe, 301TBITYIOThCS i IOTPEOH B TIPOIOBOJILCTBI.
Jo Toro » € HU3Ka YMHHUKIB, SIKi MOXYTh Iepe-
IIKO/DKATH KyJABTUBYBaHHIO mIeHumi. Jlo Takmx
MEPEerioH HaJIe)KaTh: 3MIHM KIIMATy, OCMOTHYHUI
CTpec Yepe3 BUPOUIYBAHHS POCIHMH Ha IPyHTax i3
BHCOKHM BMICTOM COJIEH, BUHUKHEHHS Ta PO3BUTOK
XBOpoO pocimH pizHOI eTionorii [1]. [lommpernm
3aXBOPIOBAHHSIM IOMIPHOI 30HH, SIKE 3aCIIyTrOBY€
Ha yBary, € OOpOIIHUCTa poca, 30YIHUKOM SKOI
€ Blumeria graminis (DC) E.O. Speer f. sp. tritici
Em. Marchal (Bg?). Bgt € 610TpohHAM TTATOTEHOM, 110
MPU3BOAMTH J0 3HAYHMX BTpar ypoxaro (Big 13 %
1o 50 %). Jns 6oporsbu 3 Bgt mociBU MIICHUIT
00poONISIFOTh (PyHTIUAaMH. 3arajbHOBIAOMO, IO
TaKa CTPATEris CIIPHUsI€E PO3BUTKY HOBHX Pac Mmarore-
Hy Ta 3a0pyAHEHHIO TOBKiLIA [2,3]. AJbTepHaTHB-
HOIO CTpATeTi€l0 € MPUBHECEHHS 0 TCHETHYHOTO
MmyJay TIIICHWI M KOl TeHIB CTIMKOCTI  Bif

JUKopociux BHIIB [2,4]. ToMy akTyanbHHM € BU-
BUEHHS CTIMKOCTI 10 OOpOLIHUCTOI POCH, I'€HIB Ta
TeHHUX MPOAYKTIB, sIKi 11 32a0€3MedyIoTh.

Kunacudgikanis criiikocTi
10 DOPOILIHUCTOI pocH

CTiliKicTh /10 TAaTOT€HIB y 371aKiB KJIaCU(iKyIOTh
3aJIe)KHO BiJl IPOSIBY O3HAKH (KUIbKICHA Ta SIKICHA),
cTajii OHTOT€HETHMYHOI0 PO3BUTKY (CTIHKICTH Ma-
POCTKIB 1 IOPOCIMX POCIHH) Ta TeHIB, sKi 11 3a0e3-
MevyroTh (LIIMPOKOro CIEKTpa Ta pacocrenudiv-
Ha) [2]. SIkicHa pE3HUCTEHTHICTh pPO3BUBAETHCS
3aBJSIKM pacocnenu(iuHuM reHam. 3a Takoro TUILY
CTIHKOCTI POCIIMHU XapaKTEePHU3YIOThHCS PO3OILIOM
3a 1BOoMa (DEeHOTUITHUMH KJIacaMu: CTIHKi Ta ypaxe-
Hi. Y HaIIaJKiB BiJl TAKMX POCIIHH CIIOCTEPIra€ThCs
OimMomanbHUIA po3monin o3Haku [5]. Ha mpotusary
SKICHIM KUTBKICHA CTIHKICTh 3a0e3redyeTbes Jie-
KUTbKOMa TeHaMH 3 aJJUTUBHUM e(heKTOM, 5IKi 3rpy-
MOBaHI B JIOKycaxX KUTBKICHHX O3HaK (Quantitative
Trait Loci, QTL) [6], ¢eHOTHIIHO € YacTKOBOIO.
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Critikicth, 3a0e3neyena QTL, € g0BroTpusaioro,
10 BUKITUKAE JI0 Hel iHTepec AociaHuKiB [7]. 31e-
OUTBIIIOTO YacTKOBA CTIMKICT € TIONITeHHOIO O3Ha-
KOI0, aJie¢ TPAILISIFOTHCSI BUIAJAKA KOHTPOJIIO MPOSIBY
O3HAaKH JIAIIe OqHAM TeHoM. [Iprukiagom MoHOTEH-
HOI YaCTKOBOi PE3UCTEHTHOCTI € TeH Mlo STUMeHI0
3puuaitHoro (Hordeum vulgare L.). B ycix reHoMax
reKCarIoiqHol MIIEHUI BHUABIEHO romosioru Mlo
Yy CHHTEHIYHHX MO3MIIsSIX [6], TOOTO 30epiraerbes
OJIHAKOBHIl MOPSIIOK PO3TAIIYBAHHS TOMOJIOTIYHUX
T'eHIB, OTPUMAHHUX BiJ CIIJILHOTO TIPEIKa, Ha JIiJISH-
Kax XpoMocoM pizHuX reHomiB [8]. [Ticns mo3urriii-
HOTO KJIOHYBaHHs Mo nipencTaBiieHa aMiHOKHACITOT-
Ha TOCIiJIOBHICTh HOTO MPOAYKTY, SKa HE Mae
TOMOJIOTII 3 IHITUMH OXapaKTePU30BAHUMH POCITHH-
HuMHu R-Ginkamu. [IpogykTom reHa € iHTerpaibHuil
MeMOpaHHHI 010K 13 ciMOMa TpaHCMEMOpPaHHUMH
cripajsiMe 1 ABOMa MOTHBaMU KazeiHkiHazu I [9].
3a3HavyaroTh [7], M0 KUIBKICHY CTIHKICTh KpaIle
OLIIHIOBATH HA JOPOCIIUX POCIUHAX. Y JESKUX BU-
MajKax pO3AUISIOThH MOJILOBY CTIMKICTh 1 CTIMKICTh
nopocaux pociauH. Take yTOUHEHHS pPOONATH,
OCKIUIBKH TIPOSIB KIJIbKICHOT CTIHKOCTI B MOJIIIIAKIIIY-
HUX MOJBbOBHX YMOBAaxX OUNBII OUEBHIHHH, HIK Ha
pOCIIMHAX, BHUPOIICHUX Yy TEIUTUIIl Y CBITJIOBIH
KiMHAaTi. YMOBH € MOJIIMKIIYHUMH, TOMY HIO Bif-
OyBaeThCsl KUTbKA IUKJIIB PO3MHOXKCHHS NAaTOTCHY
MPOTATOM CE30HY YM MEPioAy NMPOBEACHHS OLIHIO-
BaHHS POCIHMH 32 03HAKOK0. SIKIIO POCIMHH, BHPO-
IIeHI B MOJIBOBUX YMOBAaX, MalOTh KUIbKICHY CTiMi-
KICTb, TO 1€ MPU3BOUTH J0 3MCHIIICHHS [IIBHJIKOCTI
MOUIMPEHHS 30yTHUKA B MOMYJISILsX [7].

IcHye po3monin crifikocti Ha pacocnenudiuny
Ta mupokoro crexrpa (Broad-spectrum resistance,
BSR) 3anexxHo Bij| CTIHKOCTI 10 OfHI€T pacH maro-
TeHY YH JCKIBKOX BiAMOBIAHO [2]. Y nboMy BHUIIA-
Ky Kiacudikamii O 0akaHOI JUIS POCIHHHU €
BSR, ockinbku B NOJBOBUX YMOBaX € IIEBHUIA
cnekTp pac narorexis [10]. 3a nanumu [4], y ssume-
HIO pacocrenudidni reHd, K OKpeMo, TaK 1 B KOM-
OlHaIisIX, HE MAIOTh BEJIMKOTO 3HAYEHHS ISl CTIM-
KOCTI A0 OOpPOIIHUCTOI POCH B MOJBOBUX YMOBAX.
OjHaK coOpTH 3 pacocnennpigyHOIO CTIHKICTIO BUKO-
PHUCTOBYIOTH MiJl 4aC BUBYEHHS MOMYJAIiil marore-
HIB JIJISl IXHBOT XapaKTEePUCTUKH Ta JU(epeHITiaii.
3aBAsSKM TaKUM JOCHIKEHHSIM MOJKHA OIlIHHUTH
e(heKTUBHICTh OKPEMHUX I'eHIB 1 Iepe0aunTH iX 30e-
PEXEHICTh y TMOKONIHHAX, 37e0iIbIIOr0 KOPOTKO-
yacHy. CopTH 3 pacocneru(iuHuMI reHaMH PEe3UC-
TEHTHOCTI JalOTh 3MOTY BHBYATH CBOJIOLIIO
OIS TaTOTEHIB Ta MUISXH MOJ0JaHHS CTIHKO-
CTi KOHKPETHOIO Pacolo naroreny [4].

BignosigHo 10 B3aeMojii TeH-HA-TeH y Mo
3ur3ara JxkoncoHa Ta JlaHmia, Ha IpOTUBAary reHy
CTIHKOCTI POCIMHH ICHY€ T€H aBIpYyJCHTHOCTI

naroreny (Avr) [11]. Cnenudiyne po3mi3HaBaHHS O
Horo (pakTopa BipyJI€HTHOCTI (€(eKTOpa) 3 MHOKUHU
CIIPUYMHSIE KOCBOIIOIIKO TEHIB CTIMKOCTI W aBi-
PYJACHTHOCTI, IO MPU3BOIAUTH JIO AHAIOrAa TOHKU
030pO€EHB MIXK TIATOTEHOM Ta Horo rocrioaapem. Jlocii-
JOKEHHS pacocrenu(iuHiX MyJIbTHANCIBHUX TeHiB R
CBIJTYATH PO TE, 10 BOHK CBOJIFOIIIOHYBAJI B yMOBaX
CHJIBHOTO JIuBepcH(]iKyrouoro Bizbopy, mod pos-
mi3HaBary criermgivdi anerni Avr Bij naroreny [12].

OJHONIONIBHOIO MOJIETIEHOI0 POCIIMHOI, Ha SIKiH
BHBYAIOTH CTIMKICTB JI0 TPUOHKX ITATOTEHIB, € PHC, TS
SIKOTO TTOKA3aHO, 110 OJIHOYACHO MOYKHA MAHIITYJTFOBA-
TH JICKITbKOMa TeHaMH, SIKi 3a0€3MeUyIOTh CTIHKICTb.
Y pucy HEraTUBHUM PETYISTOPOM CTIHKOCTI IITHPO-
KOTO CIIEKTpa € MpOnyKT TreHa Broad-spectrum
resistance Kitaake-1 (Bsr-kI). Excripecisa rena in-
TyKY€ThCS THOKYISIEr0 Magnaporthe oryzae, SKAi
BUKITMKAaE MipuKynsipio3 (rise blast disease). My-
TaHTHI pociuau bsr-k 1 marote BSR o Xanthomonas
oryzae pv oryzae (Xoo) ta Magnaporthe oryzae.
CrilikicTh (OPMYETHCS Yepe3 OIHOHYKICOTHIHY
3aMiHy TyaHiHy Ha aJeHIH y NONOXeHHI 2447
(G2447A), sika posTaiioBaHa Ha 3'-calTi cruiai-
CUHTY iHTpoHa § IBOro reHa. MyTamist pU3BoO-
JIUTH JI0 TIepeauacHol TepMiHamii Tpancusmii [13].
[TpoxyKT reHa J0Kaii30By€eThCS B IIUTOILIA3MI, JI¢
3B’s3yeTbess 3 MPHK  ¢eninananin amiak-miaszu
(Phenylalanine ammonia-lyase, PAL), mo crnpuse
3miHi B Jiokamzamii MPHK [13,14]. ¥V cBoro uepry,
PAL xaranizye yTBOPEHHS {rans-KOPUUHOI KUCIOTH
3 (eHiNaNaHiHy, SKa € MOMePSIHUKOM Y O10CHHTE31
JirHiHIB, KyMapuHiB Ta ¢uaBoHOiAiB [14]. YV my-
TaHTHUX POCJIMH Takoi B3aemoii Mik MPHK OsPAL
Ta 6inkom BSR-K1 Hemae, 110 miaBHILYE CTIHKICTD
1o M. oryzae y pe3ynbrati 301IbIICHHS 010CHHTE3Y
mirxiny [13,15].

XapakTepuCTHKA IeHiB cTilikoCTi MIIeHUEeBUX
110 OopomrHucTOi pocu (Pm)

KinmbkicTh ileHTH(})IKOBAaHUX TEHIB MPEICTABHU-
KiB 371aKiB TMOCTIiHHO 3pocTae, y 2019 porui Hanmidy-
Baym 89 reniv/aneniB [16], cranom Ha 2020 pik —
Oinbie cortHi [17]. o meskux i3 HUX JOCIITHUKA
BTPaYaloTh IHTEPEC uepe3 Te, IO BOHU CTaH He-
e(eKTUBHUMH B OOpOTHOI 3 MATOreHOM, YacTHHA
TCHIB 3YCIUICHI 3 TeHAMH arpOHOMIYHO HEBUT1IHUX
o3Hak [2]. CxnanHicTh ineHTH(dIKALIT TEHIB MOXe
OyTH IMOB’sI3aHa 3 HASIBHICTIO €KCIIpecii FeHiB JIUIIIe
Ha MEBHUX CTaMisIX OHTOT€HE3y Ta ii HeMOCTIHHUM
xapaxktepom [6].

Y BUMAJKy TeKCamIoiAHOl MIIEHUI HKEPETIoM
Pm reHiB € Hu3Ka ONMU3BKOCHOPIMHEHUX JI0 Hel
BUIiB (Tabn. 1), ogHaK HEMae HaJEKHOCTI TEHiB
JIWIIIE IO OTHOTO JKepena moxoxeHHs [ 18-20].
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Tabnuysa 1. Tloxon:keHHs TeHiB CTiliKOCTI NIeHUIIi 10 00PONIHICTOI pocu

Bu — naxepesto reuiB criiikocTi

I'enn criiikocTi

Triticum sp. Pm3 [18], Pm4a, Pm4b [19], Pm6 [20], Pm9 [21], Pmi0 [22],
Pmi16 [23], Pm25 [19], Pm26, Pm27 [22], Pm30 [24], Pm33, Pm36,
Pm37[22], Pm41 [25], Pm42 [26], Pm49, Pm50 [22], Pm60 [25]

Aegilops sp. Pm?2 [27-29], Pm12 [19,25,30], Pmi3 [19], Pml19, Pm29, Pm32,

Pm34, Pm35 [22], Pm53 [25], Pm57 [16], Pm66 [25]

Dasypyrum villosum (L.) P. Candargy (Haynaldia
villosa Schur) (2n =2x =14, VV)

Pm1 [19], Pm21, Pm55 [31], Pm62, Pm67 [32]

Thinopyrum intermedium

Pm40[19], Pm43 [31], Pm51 [22]

sKuTO TIoCiBHE (Secale cereale L., 2n = 2x =14, RR)

Pm7 [19], Pm8 [18], Pm20 [19]

I'enn crifikocTi i1eHTH(HIKOBAHO HA XPOMOCO-
Max YCiX TpbOX 'éHOMIB IeKCaIuIoIHOT MIIeHHII,
HaWOITBIIy KITBKICTH — Ha Xpomocomi 2B
[18-22,25,26,31] (Tabn. 2). [Ipore TouHE KapTy-
BaHHs JUIsl NEBHUX T€HIB HE 3aBXKIHM € YCIIIIHUM,
OCKIIbKM YacOM BIJCYTHS pEKOMOiHAIis Mix
MIICHHYHOI0 XPOMOCOMOIO Ta iHTPOTPECOBAaHUM
CEerMEeHTOM:

— y reHa Pml6 BigcyTHS pexoMmOiHamis MiK
XpOMOCOMOIO MIlleHHLl 6B Ta cerMeHToM XpoMmo-
comu 6S Ae. speltoides [33];

— Pm21 —mix 6AS Ta 6VS [34];

— jgokyc Pmo6 — mix 2B ta 2G [20].

Jlist mojomanHs cymnpecii ajgoreHHoi pekomMOiHa-
uii 2B/2G crBoproBanu phlb MyTaHTH, 32 JOIIOMO-
TOI0 SKMX TEPEHOCHIIM MEHI (hparMeHTH XpOMO-
comu 2G Bix Triticum timopheevii (2n =48, AAGQG),
TaKUM YMHOM TPOBOISATH TOUHE KapTyBaHHS Pm6
[20]. Ten Phl (Pairing homoeologous 1) 61okye
PEKOMOIHAIIII0 TOMEOJIOTIB, TOMY CTBOPIOIOTH MY-
TaHTH phlb, SKi BUKOPUCTOBYIOTH JUIS 1HAYKLIi
AITIOCHH]IE3Y MK XpOMOCOMAaMH IMIICHUIII Ta THIITUX

Tabauys 2. T'enn cTiliKoCTi 10 GOPOLIHUCTOI POCH Ta IXHS XapaKTepPHCTHKA

Ten JlokaJiizanisi B reHOMi reKcanJioifHoi MeHuni .
- . . . Hpoayxru renis IMocunanus
cTilikocTi (XpomMocoma, reHOM) / HasIBHICTh CHHTeHil
[Iupoxa crierugivHicTh (MyITBTUPE3UCTECHTHICTD)
Pm?2 KOpOTKe Iuiede xpomocomu 5 renomy D (5DS), peuentopu tumy NLRs [27-29]
¢ankoBanuit Mmapkepamu Bwml6 ta Cfd81/
Bwm21 (5.0-0.9 cM)
Pmi2 6BS HEMae€ BiIOMOCTEH PO MPOIYKT TeHa [19,25,30]
Pmli6 TpaHcnokanis 6BS-6SS.6SL HEMae BiIOMOCTEH PO MPOIYKT T'eHa [23,28]
Pm21 TpaHcnokanis (6VS-6AL) CepUHTpEoHIHIpoTeiHKiHa3a Stpk-V [31,34,35]
(serine and threonine protein Kinase V,
Stpk-V)
Pm24 1DS OLIOK TaHIEMHOT KiHA3H1 [17,23]
(Tandem Kinase Protein, TKP)
3 mependadyBaHUM KiHa30-
nicenokinazHuM qomeHoM (WHEAT
TANDEM KINASE 3, WTK3)
Pm38 7D AT®-3B’43yBaIbHUN KaCeTHUH [22,23]
TpaHcroprep abo TPaHCHOPTEp IeKCO3H
Pm39 1B niepenbadyBannii Tpacnoprep ABC [36]
Pm40 7BS HEMae BIIOMOCTEH PO MPOIYKT TeHa [19,22,31]
Pm42 2BS HEMae BiIOMOCTEH PO MPOXYKT T'eHa [26]
Pm46 5D AT®-3B’43yBaIbHUN KaCeTHUH [22,23,36]
TpaHcroprep abo TpPaHCHIOPTEp TeKCO3H
Pm63 nosre 1uieue 2B HEMae BIIOMOCTEH Mpo MPOIYKT TeHa [37]
Pmo65 TepMiHaJIbHUIH perion 2AL [38]
Pm66 4S'S.4BL [2,25]
Pacocnenugivyna cTiiKicTh
Pm3 KOPOTKE Iiede XxpoMocomu 1A 6inxu 3 tomenamu coiled-coil (CC), [18,39]
caiiTaMu 3B’s13yBaHHsI HYKJICOTH/IIB
ARC1 ta ARC2 (NB-ARC), LRR.
Peuenropu tunmy NLR
Pmda 2AL nepenbadyBaHUN XUMEpHUI G1J10K [19,40]
CEpUH-TPEOHIH KiHa3a Ta KiJIbKa
C2-10MeHiB, TpaHCMEMOPaHHI AUISTHKH
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IIpooosoicenns mabn. 2

I'en Jlokamizaiisi B reHOMi reKcanJioiqHoi meHui .
cTilikocTi (XpoMocoma, reHoM) / HasiIBHICTb CHHTeHil Hpoxykru rexis Hocunanns
Pm4b 2AL nepenbavyBaHnil XUMEPHUiT 6110k [19,40]
Pm5 7BL peuentopu Tuy NLRs [27,41]
Pm8 tpanciokaris 1BL.1IRS 6inku 3 fomenamu coiled-coil (CC), [18]
caiitamu 3B’s13yBaHHs HYKJICOTH/IIB
ARCI1 ta ARC2 (NB-ARC), LRR
CTiliKiCTh Ha PI3HUX CTaMisIX OHTOTCHETHYHOIO PO3BUTKY
Pm41* 3BL O1JTOK 3 TOMEHAMH [25,42]
CC-NBS-LRR (CNL)
Pm61** 4AL HEeMae BiIOMOCTeil PO MPOYKT reHa [43]
Pm62*** | 2BS.2VL#5 [32]
Pm67*** | 1DS.1VL#5 [32]
Bigomocrteii mpo Tum criiikocTi (crermpivHOCTi) HeMae
Pml JUCTAJbHUN PETiOH TOBrOro Iieya peuentopu Tunmy NLRs [19]
xpomocomu 7A (7AL) kaHAICHKOTO
COpTy MIICHHIN AXminster
Pm6 2BL.2GL OLJIKHM 3 CUTHAJIbHUMH TN THIaMH, [20,44]
nexinpkoma LRRs, TpancMeMOpanHIM
nomenoM, Ser/Thr kiHa3HMM TOMEHOM
Pm9 7AL HEMae B1IOMOCTEH PO MPOIYKT TeHa [21]
Pml10 1D [22]
Pmlil 6B [22]
Pmli3 3B.3D [19]
Pmi4 6B [22]
Pmli5 7D [22]
Pm19 7D [22]
Pm20 6AL-6RS [19,45]
Pm25 1A [19,22]
Pm26 2B [22]
Pm27 6B [22]
Pm28 1B [22]
Pm29 JoBre mieue 7D [22,46]
Pm30 SBS [24]
Pm32 1B [22]
Pm33 2B [22]
Pm34 5D [22]
Pm35 5D [22]
Pm36 5B [22]
Pm37 TA [22]
Pm43 2DL [31,47]
Pm44 3A [22]
Pm45 6D [22]
Pm47 7BS [22]
Pm49 2BS [22]
Pm50 2A [22]
Pm51 2BL [22]
Pm352 2BL [22]
Pm53 5B [22,25,48]
Pm54 6BL [49]
Pm55 S5A [31]
Pm57 2B [16,50]
Pm60 TA O1JIKH 3 TOMEHAMH [25]
NBS ta LRR
Pm64 2BL4 HEeMae BiIOMOCTEil PO MPOIYKT reHa [51]
*  — Ha BCIX CTaJisIX OHTOTeHE3Y POCINHHU;

*%  — CTIHKICTH Ha CTaJlii MapOCTKIB;
**% _ CTIHKICTH JOPOCIHMX POCIIHH.
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BH/IIB, Y TAKUX POCIUH BiJOyBaTUMEThCSl KOH OTa-
1ist MK HETOMOJIOTTYHUMU Xpomocomamu [52]. Lle
OJTHMM ITiJTXOJIOM € CTBOPEHHS JMCOMHHX 3aMillle-
HuX JiHii 6R(6A). Taki miHIl € pe3sUCTEeHTHUMHU
1o Bgt 3aBnsku reny Pm20. Jlns iHayKIii pooepT-
COHIBCBKHX TPAHCIOKALil CIIOYaTKy CTBOPIOIOTH
MOHOCOMIKIB 6R Ta 6A UIISIXOM CXpeIlyBaHHS
CyIUIOIAHOT JTiHii 3 JTiHI€I0 3aMIllIEeHHS], B MOJAIBIIOMY
ocoOuHM 6R Ta 6A camozammmoroTbes. J{ist epe-
BIPKH HAsSIBHOCTI TPAHCIIOKAIil MOCIYTOBYIOThCS
nuroreHeTHUHUMHA Metomamu [45]. Ilepenecenus
reHiB Pm21, Pm55, Pm62 Bin Dasypyrum villosum
JIO TEHOMY T€KCaIUIOTIHOT MIIEHUIIl 31IHCHEHO 3aB-
JSIKM KOMIIEHCAaTOPHUM POOEPTCOHIBCHKUM TpaHC-
nokaiisam [32,53].

I'ern Pm po3ramoBaHi MepeBa)XHO B KJlacTepax
3 F€HaMM CTIHKOCTI [0 1HIIMX maroreHiB [54-57].
[puxnagamu Takux reHiB € Pml [54], Pm64 [51],
Pm8 [56,57], nokyc Mildew resistance locus O
(MLO) sumento [58]. Pml MicTUTBbCA B KiacTepi
3 TeHaMHU CTIMKOCTI J10 cTeOr0Boi ipxki (30yIHHUK —
P. graminis f. sp. tritici) Sr15 Ta mucTKiB (30yTHUK —
Puccinia triticina) Lr20 [54]. 3aBasku TpaHCIIOKa-
uii 1BL/1RS Bix sxwura copty Petkus (1970-ti pokn)
JIO TEHOMY TIICHHUIII M’SKOi IHTPOIPECOBaHO KJlac-
Tep IeHiB, JI0 AKOTO BXOIATh PmS, Yr9, Lr26 taSr3l,
sIK1 3a0€3MeuyroTh CTIHKICTh 110 30yAHHKa Oopor-
HUCTO1 pocu, Puccinia striiformis f. sp. tritici (30ya-
HUKa KOBTOI ipxi), P. triticina (JIUCTKOBOI 1pxi),
P. graminis f. sp. tritici (cteGnoBoi ipki) BiAMOBIAHO
[56,57]. Pm64, y cBOIO uepry, MOBHICTIO 34CTUICHHMA
y (ha3i BiAIITOBXYBaHHS 3 Y79, SIKWH € TEHOM CTiii-
KOCTi JI0 >k0BTOI ipki. OOWIBA TEHU € IIHHUMH
JUTS BIIOCKOHAJICHHS TMIICHUII 33 CTIMKICTIO Opa3y
JI0 TIBOX 3aXBOpIoBaHb [51].

KnonyBaHHS IHTPOTPECOBAHMX TEHIB JKHUTa
IUIIXOM XPOMOCOMHHX TpPAaHCIIOKAIliil IoKa3alo,
IO 4JIeHU OAHOTro Kiacrepa reHiB NLR mpoiimnin
po3nijeHHs 3a (QYHKIIOHAIBHICTIO HA TEHU CTIiiKO-
cTi 1o crebnoBoi ipki B mimeHuui (S733) 1 xkwura
(Sr50) Ta reHW CTIMKOCTI 70 OOpPOIIHUCTOI POCH
B SUMEHIO Ta miueHuli (anenbHuil pang Mla). Ans
O1TBIIOCTI 1IeHTH()IKOBAHUX T€HIB FTEHETUYHI CKPH-
HIHTY BHUSIBUJIN JIMIIE OHY IPYIY KOMIIEMEHTAILII.
3 IpOro MOXKHA 3pOOUTH MPHUITYIIEHHS, 10 JTOIaT-
KOB1 TeHH He MOTPiOHI /st mposiBy cTiiikocTi [40].
OcTaHHIM TpUKIAJOM € JIoKyc Mildew resistance
locus O (MLO) sumeHro, sikMid Ma€ 3 OpTOJIOTH
(TaMlo) y cybrenomax A, B ta D nmmenuiti M’skoi.
MLO xopye Oin0K IUIa3MaTHYHOI MeMOpaHu
3 7 TpancMeMOpaHHUMH cripansmu Tta C-Tepmi-
HAJIBHUM KaJbMOJY/TiH-3B’I3yBaJIbHUM JIOMEHOM,
SIKUE 3aJ1isTHAN y cTifikocTi. Takox OUIKH pOIUHH
MLO 3a0e3nedytoTh He JHIIEe PO3BUTOK CTIHKOCTI,
a ¥ 3MiHy pOCTY KOpPEHS 3aJIeKHO BiJl MEXaHIUYHHUX

BIUIMBIB (TirMmomopdoreHes). Y apabimgorncucy
AtMLO7/NORTIA 3a0e3neuye cnpsMoOBaHE MpoO-
pOCTaHHS MHIKOBOT TPYOKH [56,57].

Jns neskux TreHiB 1IeHTH(]IKOBAHO ayesbHi
psam, iHbopMaIlis PO Pi3HI ajielni YTOYHIOETHCS,
OCKIJIbKH 3’ SIBJISIFOTHCSI CHKBCHCHU ITOCIIOBHOCTEH,
9acoM ajielli BU3HAIOTh OKPEMUMH T'eHaMHu abo BHU-
KJIFOYAalOTh 3 QJIENBHOTO Psy uepe3 MOMIOHICTbH
3 yke ineHTrdikoBaHuMu anesasivu [59]. Ipuknaan
alenbHUX PAAiB € Ha xpomocoMmi 7AL — Pml
(la-1e), 5SDS — Pm2 (2a-2c) [27], 1AS — Pm3 [59],
2AL — Pm4 (4a-4d), 7BL — Pm5 (5a-5e), 1DS —
Pm24 (24a-24b) [27,60], 7TA — Pm60 (Pm60,
Pmo60a, Pm60b). Y Bunaaxy resa Pm60 nponyktu
aJielliB BiAPI3HAIOTHLCS 1HCEpIieto (MpoaykT Pm60b)
abo peneuiero (Pm60a) y ninsHii LRR, nopiBHsSHO
3 Pm60 [25]. Cranom Ha 2019 pik 1t Pm3 i1eHTH-
(hikoBaHO HaWOITBIINI anenbHu psia— 17 GyHKITiO-
HaJbHUX aJieNiB, MPOIYKTH SIKUX 1ACHTHYHI O11b-
e Hixk Ha 97 % npu NOpiBHSIHHI AMiHOKHUCIOTHUX
nocaigoBHocTeil. IlociigoBHOCTI aMiHOKHUCIIOT
CC nomeHy € aOCONIOTHO KOHCEPBAaTHBHUMU, OJTHAK
y CcaiiTi 3B’sI3yBaHHs HYKJICOTH/IIB BUSBIISIOTH 00Mi-
HU TIOCITiIOBHOCTSIMH, SIKI MOXYTh BUHUKATH Yepe3
BHYTPINIHBOTEHHY PEKOMOiHAIF0 ab0 TeHHY KOH-
Bepciro [59]. HesHauyni po30iKHOCTI MiX alensiMu
MOSICHIOIOTh BiJTHOCHO HELIOAABHBHOI EBOJIIOLIEI0
Ta BHHUKHEHHSIM JEsSKUX a0o0 OinbIIOCTi asneniB
MIICHUI M’ SIKOT TicIst ToMecTrKalii Buny [39,61].
VY BuUmaaky ayeniB reHa Pm3 HEMae y3TOIKEHHS
1010 HA3BH aJICJTiB: 32 PI3HUMH JaHUMHU, X Ha3HBa-
10Tb Pm3a-j [60] abo Pm3a-g; Pm3k-t [59].

Kpim Toro, meski panimie ineHTH(IKOBaHI
Ta OXapakTepU30BaHI TEHU MAaIOTh 1IEHTHYHY
HYKJICOTH/IHY IOCIIIOBHICTh, X0U Ha3BaHI MO-Pi3-
HoMy: Pmlc = Pml18, Pmle = Pm22, Pm4c = Pm23,
Pm21 = Pm31 [27], Pm8 = Pml7, Pm46 = Pm48
[22]. ¥V Bunaaky reniB Pm8 ta Pml17, axi inentudi-
KOBaHI y HOCIiB MIICHUYHO-)KUTHBOI TPAHCIOKAIT
1AL.IRS, He J0CATHYTO KOHCEHCYCYy CTOCOBHO
TOTO, YH BOHH € aJICIISIMHU OJJHOTO TeHA, YH OJH3bKH-
MU napangoraMu. Xod oOuaBa reHd ieHTH(iKOBaHI
Ha TpaHciokamnii 1AL.1RS, ogrnak Pm8 moxoauTthb
Big copry wuta Petkus, Pml7 npuBHeceHuil
BiJl JiHIT skuta Insave. [Ipu MOpiBHSHHI KOMTYHOUHX
MOCITIJIOBHOCTEH PiBEHb rOMOJIOTiI Ha piBHI OiIKiB
CTa”HoOBHUTE 82,9 %, HaWOUILII BIAMIHHMMH € JIOME-
HU, 30aradeHi Ha JIEHIIMHOBI MOBTOpU. Y CBOIO
yepry, Pm3 BBaxaroTh oproiorom Pmé8 / Pm17[62],
mpoTe 3a (YHKIIOHATBHICTIO T€HU € KOHTPaCTHH-
MH: TpOAYKT Pm3 € IOMIHaHTHHUM CYIPECOpOM
Pm8. Ocranniii 3a0e3nedye pacocnenudiuny cTii-
KICTh Y POCJIHH, IO HOTO MaroTh. SIKIIO poCIHHA
Mae onHo4acHo Pm3 Ta Pmé&, To excrpecis mep-
IOTO  TIepPEIIKO/DKaTUME (OPMYBAHHIO CTIHKOCTI
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B pociuH. 11[o0 mepekoHaTHCS] B TaKOMY BIUIWBI,
CTBOPIOBAIM TOJBiiHI TOMO3UTOTHI JIiHII POCIUH
Ta TOMO3UTOTH 33 KOXHHM 13 TeHiB. PiBHI ekcripecii
TeHIB y BCIX JOCHIJKYBaHUX JIiHIH OJHAKOBI,
IO JaJio 3MOTY 3pOOWTH MPHITYIICHHS MPO MOCT-
TPaHCIHALIITHI B3a€EMOIi1 MPOYKTIB I'€HIB, y Pe3yib-
TaTi 4Oro YTBOPIOIOTHCS He(PYHKI[IOHATBHI O1JIKOBI
komriekc. [lpunyckators, mo BCi (yHKI[IOHATBHI
aneni reHa Pm3 3nmatHi OnokyBatH (DyHKIIIOHAITb-
HicTh Pm8 [18]. BuBuanu Takox B3a€MHUN Hera-
THBHUH BIUIMB ayieiB Pm3 Mix co000 Ta OTpuMa-
U aHAJNOTIYHI pe3ylbTaTd [0 TONEPEAHBOTO
nociipkeHsst: piBHi MPHK 1 G11KiB y JTiHISX pOCIHH
3 pi3HUMHU KOMOiHaLIIMU 000X ajeliB He Biapi3Hs-
FOTHCS BIJI JIIHIN 3 KOXKHUM ajielieM oKpemo. Buko-
PHCTOBYIOWM  THMYAacOBY  EKCIPECil0  ajemiB
y Nicotiana benthamiana, Bnanocs ineHTH}iKyBaTH
N-kiHneBy uactuHy jaomeny LRR, sxa morpiOna
Juts cynpecii. Taki TocITipKeHHS Jar0Th 3MOTy Gop-
MYBAaTH TiMOTE3H, 10 B MOJIIIOITHUX BUIIB iHTPO-
IPECOBaHI I'eHW 3 BTOPHUHHOTO TeHO(MOHIY, TOOTO
BiJl OJIM3BKOCHIOPIIHEHUX BUIIB, MOXKYTh MaTH JI0-
MiHAHTHO-HETaTUBHI B3aeMozii MK co00r0, a Iie
CyHepeuynTh CTpaTerii MONIMIIEHHS COPTIB uepes
mipaMiJIuHT TeHiB [63].

PizHuito y (yHKI[IOHAJIBHOCTI MPOAYKTIB pi3-
HHX aJIeJliB MOSICHIOIOTEH 3MIHOIO B ITOCJIJOBHOCTI,
sIKa MOXE MiJICHIIOBATH (DPyHKLIOHANBHICT 200 Xk
Math TpotwiexkHui edext [17,41]. Hanpuknan,
MIPOAYKTOM TeHa PmJSe € 010K 3 6araTUMu Ha Jei-
IIUH MTOBTOPAaMH Ta HYKJICOTHA-3B’SI3yBAILHUM IO~
MeHoM (NLR). SIkmio B mocmiIOBHOCTI, sika KOIy€
C-kinnesuii LRR 1pomeH, HassBHMM HECHHOHIMIY-
HUH OHOHYKJIeOTHIHUH BapiaHT (Single Nucleotide
Variant, SNV), sikuii € piikicCHUM, TO (PyHKI[IOHAIb-
HICTh OiTKa PmSe MiACUIIOETBCS B JISIKUX COPTiB
3 kutaiicekoi mpoBiHmii [llensci [41]. Jlnst rewHis
Pm24, Pm24b 1 MIHLT moka3aHo, 10 pPiIKiCHY
MIPUPOJIHY JIENIeNlit0 6-bp y JM3WH-TIIUHOBOMY KO-
noHi kinazHoro nomeny Kin I (Kinase I domain,
Kin I) BBaxaroTh KPUTHYHOIO JJIsi TPOSIBY PE3HC-
TEHTHOCTI €HJIEMIYHHX COPTIB MIIEHUI 3 HA3BaHOI
npoBiHiii Kuraro. Jlo Takux BHCHOBKIB JIHIUIH
[UISIXOM TPOBEICHHS TaIlIOTUITYBAHHS JIOCIIIKY-
BaHMUX TeKCaIuIoifHUX MIIeHuIb. [logansmmii ana-
73 ToKa3aB, 10, WMOBIPHO, AOCHIKYBaHI TeHH
€ THM CaMUM I'€HOM, SIKUI ITOMHIIKOBO 1IEHTH(IKY-
Balnu SIK TpU pi3HI B kuTaiicekux copriB CYC
(Chinese wheat landraces Chiyacao) (Pm24), BHL
(Baihulu) (Pm24b) Ta HLT (MIHLT). 3a nonomo-
roro (heHOTHITyBaHHS COPTIB 3a y4acTi 93 reHeTnd-
HO BiIMIHHHUX 13075TIB Bgt MPOAEMOHCTPOBAHO,
0 COPTH € BUCOKO 200 TIOMIPHO CTIHKMMH (OIliH-
ka—0-2) [17]. B inmomy pxepeni [64] 3a3Ha4aroTh,
mo MIHLT € okpeMUM JOMIHAHTHUM TCHOM, KM

BIJINIOBIJIA€ 3a PE3MCTEHTHICTh JO Bgt y copty
Hulutou. IInsxom cTBOPEHHS KapTyIOUUX MOMYJIs-
il MXK PE3UCTCHTHIMH Ta YPaKCHUMH POCIHHA-
MH BCTaHOBJICHO, 1110 JIOKyC MIHLT po3TaioBaHuii
y TepMiHAJIBHOMY perioHi xpoMocomu 1DS mre-
HUII M’AKkoi MiX Mapkepamu Xwgge3026 Ta
Xwggc3148. Y upomy JOKyCi 1ICHTH(PIKOBAHO TCHH,
SK1 KOAYIOTh OUIKH TIIEHUIN 3 TAHJIEMHUMH KiHAa3-
Humu JomeHamu WTK3 (Wheat Tandem Kinase 3,
WTK3), 6inku 3 caiiTamMu 3B’sI3yBaHHS HYKJICOTH-
JIB, JOMEHOM, OaraTiM Ha JICHIIMHOBI TIOBTOPH,
Ta JJOMEHOM 3TOpHYTO{ cripali (crmipaib-3MiHOBHK)
(Coiled-coil-nucleotide-binding-site-leucine-rich
repeat, CC-NBS-LRR (CNL)), 2 reau penientopro-
nioHoT KiHazu RLK1, reH rimoteTHaHOro Ta puodo-
comuoro 50S L10 6inkiB [17]. Takoxx omucyroTh
KOJIIHEApHICTh MK TmociigoBHOCTIMA MIHLT
y MIIEHHMIII M’ SIKOT Ta JiITHKaMU B TeHOMAX:

— Aegilops tauschii — Ha KOpOTKOMY TUIEYi TIep-
moi xpomocomu reaomy D (1DS);

— Brachypodium distachyon — Ha npyrii
XpOMOCOMI;

— pucy (Oryza sativa) — ATl XpOMOCOMI;

— copro (Sorghum L.) — neB’sTii.

Komineapue po3ramnryBaHHSI MOSICHIOIOTH HasiB-
HICTIO CIIINBHOTO Ipenka, sikuit MmaB MIHLT, y 3ra-
JIaHUX BHILE BUIIB [64].

Takox BUSIBJICHO CHHTEHIIO JJisi TeHIB CTIHKO-
CTi 10 OOPONIHUCTOI POCH, TECHH/alledl MaroTh
OJTHAKOBE PO3TAIIyBaHHs Ha 000X HAOOPaxX XPOMO-
COM, sIKI MOPIBHIOOTHCS. Take siBUINE criocTepira-
I0TB 11 anenro Pmle, Pm22, Pm57. B ocTaHHBO-
MYy BHITaJKy TeH pO3TAIIOBaHUH Ha 2-i XpoMocoMi,
aje pi3HUX TEHOMIB, SIKi MOPIBHIOBAJIN: T'€HOMY
B — T. aestivum, D — Ae. tauschii, A — T. urartu,
H — Hordeum vulgare [16].

I'enn crifikocTi 0 OOPOIIHUCTOI POCH MaroOTh
pi3HE MOXOKEHHS, IEPEBAYKHO Bi OJU3BKOCIIOPi-
HCHOX IUIDIOITHUX BHMIIB, IO MOXKE BIUTUBATH
Ha TIPOSIB CTIMKOCTI 4yepe3 B3aeMOJii MiXK IeHaMH,
SIKi MafOTh CIUTbHE TOXOMKEHHS. [ HU3KH TeHIiB
1meHTH(]IKOBAHO aNeNbHi P, CHHTEHIIO 3 XPOMO-
COMaMU IHIINX BHJIIB, BiJ| IKMX BOHH HE ITOXOSTh.

IIpoaykTH rexiB criiikocTi

IIpoaykTH reHiB CTIHKOCTI MalOTh CIUIBHI elie-
MeHTH OynmoBH: Ha N-KiHII CTPYKTypy THIy CIIi-
panb-3milioBuk (Coiled-coil, CC), HykIeoTH1-3B’ 51
3yBaJbHUN JOMEH, OaraTi Ha JIEHIIMH IOBTOPHU
(Coiled-coil-nucleotide-binding-site-leucine-rich
repeat, CC-NBS-LRR (CNL)), mnporeinkiHazHi
Ta TpaHcMeMmOpaHHi jgomenH, Toll/inTeprelikin-1
peuentop (TIR). I'enn po3nminsroTh Ha JAEKiJbKa
TPYIl 3aJIeXKHO BiJ HAsIBHUX OMCHIB Y KOJOBAaHHUX
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HUMH OUITKaX, Ha3BU TPylaM JAiTh 3 BUKOPHCTAH-
HSIM TepLIMX JiTep Ha3B aoMmeHiB. Jlo rpymn TNL
BXOJISITh TCHH, SIKI KOAYIOTh OuLTkM 3 jomeHamu TIR,
NBS, LRR, TN — 06inku MamTb CTPYKTypHu
TIR ta NBS, TX — nassaunii mume qomeHn TIR [65].
TNL HeuyacTo TparisitoTbesl B OJHOIOIBHUX POCIIHH.
Yci KIIOHOBaHI TeHU HaJIeKaTh 0 IN€l TPYIH, KpiM
Pm24, sixnii konye TanaemHy kinasy WTK3, Ta renis
Pm38/Lr34/Yr18/Sr57/Linl (xonye tpancrnioprep ABC)
1 Pm46/Lr67/Yr46/Sr55, npomyKTOM SIKOTO € TpaHC-
noptep rekcos3u. Lle Moke CBITYHUTH PO MPOBIIHY
poune 6inkiB CNL y BpomKeHOMY iMyHHOMY 3aXHCTi
TIICHUIII B O0pOITHHUCTOT pocH [42].

Crnermdikanist aktuBHOCTI OinkiB 3 CNL omoce-
penkoBana LRR, siki € HaiOIBIT MiHIMBAM KOMIIO-
HEHTOM peLenTopiB [66], 3a SKUMH 1 BiOyBaeThCs
JBepcrGikaliist OUTKIB, MOXKITBO, Yepe3 KOEBOJIFO-
I[iI0 POCTMHH Ta MAaTOreHy. IMOBIPHO, CIIOYATKY Bij-
OyJacsi oJtist AyTUTIKALIii FeHa, Micysi 90r0 yTBOPSHHS
HOBHX KOJIOHIB aMIHOKHCJIOT Ta, SIK HACJII0K, 3MiHa
aAMIHOKHCIIOTHOT TOCIiZIOBHOCTI. EBosromiiHI 1po-
LIECU MOXYTh BKJIIOUaTH KOHBEPCIIO TEHIB 1 Pi3HYy
PpeKOMOIHAITIFO JUTS Pi3HUX TeHiB [6,45].

€ rpymnu OinKiB, ki He MatoTh CC-1oMeHy, Tuie
NBS-LRR (NLR), siki € BHYTPIIIHbOKJIITHHHUMH
pelienTopamu, 31aTHUMH pearyBatd Ha e(QeKTOpU
rpu6iB [6,67]. Kiacugikyrors Oinku 3 NBS-LRR
3a paxyHOK ocoOmuBocTel N-KiHLIEBUX CTPYKTYD.
KoHcepBaTnBHOIO YacTHHOIO € CalT 3B’s3yBaHHS
HYKJICOTH/IB, HA IPOTUBAryY HOMY KUIBKICTb JIeinu-
HOBHX TOBTOPIB Ha C-KiHIII € HAWOLIBII Bapiadeib-
HOWO [67]. JloMeHH IMYHHHX PELENTOpiB POCIUH
MafTh TOMOJIOTIHO 3 BHYTPIIIHBOKIITHHHUMH
crpykrypamu Toll-perenitopiB y npo3odinu Ta iHTEp-
neiikiny-1 y ccapmiB [6,45]. Jlomenu NBS € xoH-
CEpBAaTHUBHHUMHU Ta 371aTHI B3AEMOJIISATH 5K 3 €IICUTO-
pamu TaToreHy, Tak i 3 OLIKaMH, PO3TallOBAaHUMH
HIDKYE B CUTHAIBHHUX Kackazax. € MpHITyHICHHS,
mo gomeH NBS y 6inkax NBS-LRR npairtoe six Mo-
JIEKYJSIpHUIM TepeMuKad Ta 3JaTHUM peryioBaTv
3MiHM KOH(OpMAIlii OIKIB CTIHKOCTI yepes 3B’s3y-
BaHHA AJ|® a6o AT®. Taka mosist 1ae 3MOTy pery-
JIIOBATH TIepe/IaBaHHs CUTHATY B Kackaji. Jlo reHis,
ski koxyroTh Oinku NBS-LRR, nHanexars: Pm3,
Pm21, Pm60, Pm5e, Pm41 [68].

Pocnuani NLR ckmagatoTbest 3 TPbOX YaCTHH:
N-KiHIIEBOTO  JIOMEHY, IEHTPAIFHOTO IOMEHY
NB-ARC ta C-kinueBoro aomeny LRR. Hasa
NB-ARC moxonuTh BiJi HyKJICOTH/I-3B’SI3yBabHO-
0 ajantepa POCIMHHUX OUTKIB CTIMKOCTI, MoAiOHO-
ro no Outkie anontosy APAF-1 ta CED-4 [69].
Homen NB-ARC 3a (yHKIIOHATBHOIO aKTHBHICTIO
€ AT®azor0 P-tumy Ta momiOHMIA 3a CTPYKTYpOIO
no anontudHuxX OuikiB Apaf-1 ta Ced4 [67].
NB-ARC ckiagaerscst 3 NB, sikuii peryiroe OUIKH

PE3MCTEHTHOCTI, Ta Tphox cniBaomeHis: ARC ,
ARC,, ARC,. 3p’ssypanns AT® BinOysaeThcs
4epes popmyBanHs 4oTupbhox H,O-omocepenkosa-
HUX B3a€MOJId Ta BOCBMH Oe€3MOCEpeHiX —
MiK AT® Ta KOHCEpBaTUBHUMH aMiHOKHCIIOTHUMH
3aJUIIKAMU CIIIBJJOMEHIB. Y IIbOMY IpoLeci 3afis-
Hi BCI CIIBIOMECHH, KpiM ARC, [70]. TToniono
1o Apaf-1, B3aemonisi 3 Avr cripusic BUBUIBHEHHIO
nomeny ATdasm, sikuii OyB iHri00BaHWi C-KiHIle-
BuMu LRR. Hanani komrmiieke MynbTUMEPHU3Y€ETHCS
Ta 3/1aTe€H B3aEMOJISATH 3 IHIIUMHU OLIKaMH depes
NH,-kiHIeBuii 1OMEH 171 PO3BUTKY peaKilii Ha ma-
ToreH [67].

Sxmo edexropa Hemae, To perentopu 30epira-
IOThCSl B HEAKTHBHIN (DOpMi 3aBJISIKM BHYTPIIIHBO-
a00 MDKMOJICKYJISIPHUM B3aemopisiM. Po3mizHaBaH-
HS POCIHHOI edekTopiB 3a jgomomororo NLRs
BiZI0yBaeThCs MpIMUM a00 HempsiMuM nuisaxoM. [1ix
gac MpsIMOTO PO3Mi3HABaHHS e(EKTOp BITI3HAETHCS
NLRs uepe3 ¢iznuny B3aemonito Mixk Humu. He-
npsiMe PO3Mi3HABAHHS XapaKTePU3YETHCS Iepena-
BaHHSAM CHUTHANIB BiJ OUIKIB POCIMHH-TOCTIONAPS,
SIK1 0€3MOCePeIHbO B3aEMOJIISITH 3 MOJICKYJIaMH Ta-
toreny, 10 NLRs. 3apasku HenmpsMoMmy po3mi3Ha-
BAaHHIO PELENTOPH 3MIaTHI CHPUHMATH CHTHAJH
po JeKiTbKka eQeKTOpiB, KOJIM BOHH HAaIlJIeHI
Ha Toi camuit 010k rocrmomgaps. Oqua NLR moxke
BUSIBUTU IpUHAMMHI ABa edexTopu, siki (i3n4HO
3 HUM B3a€EMOJIIOTH [69]. Y nporieci eBoIOIIiT yTBO-
PIOBAJIMCS aJleNIbHI PSIIM B MEXKax OJHOTO JIOKYCY,
MIPOIYKTH SIKAX MOXYTh 3a0e3ledyBaTd po3ii3Ha-
BaHHs HU3KHU Avr [11].

[TocnyroByrourck  migxomom MutChromSeq,
imeHTH}IKyBaIu iIMyHHI PELIENTOPH 3 YHIKaJIbHOIO
OyZ10BOIO JIOMEHY, paHilie HeBigomoro. [Ipoaykrom
Pm4 e xumepHuii OLNOK CEpPUH-TPEOHIH KiHA3a,
MHOXMHHI C2-IOMEHU Ta TpaHCMEMOpaHHI JiJISTH-
ku (serine—threonine kinase and multiple C2-
domains and transmembrane regions). BuBueHHs
(hyHKIIOHAJIBHOCTI O1JIKa MMOKAa3aJjIo0, O AJIS IPOSBY
PE3UCTEHTHOTO (DEHOTUITY MOTPIOHI JBa BapiaHTH
01Ka, SIKi yTBOPIOIOTHCS 3aBASKU KOHCTUTYTUBHOMY
aNbTepHATHBHOMY critaiicuHry. OOuIBa OUTKU B3a€e-
MOJIIIOTh MiXk CO00I0, yTBOPIOIOUH KOMILIEKC, TIOB sI-
3aHWN 3 CHJIOIIA3MAaTUYHUM peTHKyItoMoM [71].
I30hopmu moTpiOHiI 11 PopMyBaHHS pacocHenu-
(hiunOi cTiiikocTi o Bgt [40].

[IponykT TEHIB CTIKKOCTI 10 OOPOIIHUCTOI
pOCH TIEpeBaYKHO € PELENTOpaMHy Ta 3aTHI CIIPHii-
MaTH e(peKTOpU MaTOreHiB SIK IUIIXOM Oe3rnocepe-
HBOT B3aEMOJIIT, TaK 1 32 paXyHOK CIIPUHHSATTS CHT-
HAaJIiB BiJ] O1JIKiB, PO3TAIIOBAaHHUX BUIIE B CHTHAJIbHUX
Kackajax. Bu3HaYeHHs (YHKIIOHAJIBHOCTI OLIKIB
PE3UCTEHTHOCTI OMOCEPEAKOBaHE JOMEHaMu, Oara-
TUMH Ha TIOBTOpH jewnuny [71]. 3a pesynasraramu
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JOCHIKeHb [68] moKa3aHO, IO T'€HHU CTIMKOCTI,
ki kKonytoTh LRR, € mpoBigHMMH AL PO3BUTKY
CTIMKOCTI B pocinH. OJHOHYKJICOTHIHA 3aMiHa
B nomeHax LRR Moxe npusBecTy 10 OBHOI BTpaTH
cTifikocTi a0 1o i1 mociiadiieHHs.

BucHoBku

CTilKICTh 10 TPHOHUX IMATOTCHIB y 3JIAKOBUX
MOJIJSIOTEH 3aJIEKHO BiJ KIIBKOCTI T'€HIB, SIKI KOH-
TPOJIOIOTH 03HAKY, MPOSIBY O3HAKH, CTaJlii OHTOIe-
HE3y POCIHHHU Ta CHEU(IYHOCTI O pac MaTOreHY.
SIkicHa CTIMKICTh y TOMIIUKIIYHUX TOJHOBUX
yMOBaX, /¢ MIICHHIS KYJIbTUBYETHCS SIK MOHO-
KyJbTypa, € OIbIl OaXaHOK uYepe3 HasBHICTh
TITbKM  JBOX  (EHOTHNHUX  KJjaciB  (CTiHKi

Ta ypaxKeHi), 10 MoJerye Bigdip pociuH 3a Jo-
CII/DKYBAaHOI O3HAKOI. 3Ba)kaloud Ha TMOJNILH-
KIIYHICTh TMaToreHy, pacocrnenudiyHa CTIHKICTh
CTAaHOBUTh MEHIIMH IHTEpec depe3 MOCTilHY Ko-
€BOJTIOIIII0 TPUOA Ta POCIHMHHU-TOCIIONAPS TTOPIBHS-
HO 3 PE3HMCTEHTHICTIO J0 HU3KH pac MaTOreHiB.
I'enu cTifikOCTI 10 OOPOIIHUCTOT POCH IIEPEHECEHO
JI0 TEHOMY QJUIOTEKCAIUIOIIHOT MIIICHHUII TTepeBaxK-
HO B1JI JMKOPOCIUX BH/IB 1 KAPTOBAHO Ha XPOMO-
COMax ycCiX TPhOX I'€HOMIB, JIeKi MalOTh aneibHi
psaau. Pm 31e01IbIIOT0 po3TalioBaHi B Kjiactepax
3 TeHaMU CTIMKOCTI JI0 IHIIMX 3aXBOPIOBAHb 1 KO-
IyIOTh perentopu 10 edekrtopiB rpuda. binku
MalOTh CHNbHI €IeMEHTH OyIOBH, 3-TIOMIXK SKUX
Oarati Ha JICHITMH MOBTOPH € HAHO1IbII BapiaOeIb-
HUMU Ta 3a0e3Me4yoTh ()YHKI[IOHATBHICTb.
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V. Plyhun, M. Antonyuk, T. lefimenko, T. Ternovska

RESISTANCE GENES TO BLUMERIA GRAMINIS
AND THEIR PRODUCTS IN CEREALS

Powdery mildew is one of the most destructive wheat diseases, and it causes a constant need for the
improvement of wheat resistance. Transfer of resistance genes from wild relatives into the wheat genetic
pool could be an alternative to the use of fungicides. This review contains classification of powdery mildew
resistance on different ontogenetic stages (seedling resistance and adult resistance), expression of the trait
(quantitative and qualitative), and genes conferring resistance (wide-spectrum and race-specific resistance).
Powdery mildew resistance genes are characterised; the number of identified resistance genes is constantly
increasing, and in 2019 the number of genes / alleles was 89. The genes controlling the desired trait have
originated from different wheat relatives, namely: rye (Secale cereale L.), Dasypyrum villosum (L.)
P. Candargy (Haynaldia villosa Schur), Thinopyrum intermedium, and species from the genera Aegilops and
Triticum. Resistance genes are classified by their products, chromosome localization, and presence of
different alleles. For a number of genes, chromosome localization and the nature of protein products have
not yet been determined. Attention is also focused on possible complications that could arise during the
identification of new genes, when already known resistance genes / alleles could be falsely identified as new
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ones. Resistance genes protein products are mostly receptors, which are classified according to their domain
structure. The most variable domains in these proteins are leucine-rich repeats (LRRs), which provide the
specificity of the receptors. Interaction between pathogen effectors and plant resistance proteins occurs
through direct physical interaction or through the intermediate signalling events. Resistance genes and their
products have been described, based on the results of the experiments conducted on wheat and other model
plants, including monocots (rice), although the information obtained on Arabidopsis thaliana has also been
analyzed.

Keywords: cereals, powdery mildew, resistance genes’ proteins, pathogen effectors, interaction
resistance genes’ proteins with effectors.
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