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Pesiome

Bo30ymurens centopuo3a mureHuisl Stagonospora nodorum Berk. cunTesupyer crermduueckue s
X03simHa HeKpoTpodubie 3pdexTopsl (HD), KoTopbie 00IeryaroT mporecc 3apakeHusl H 00eCIeunuBaOT
BUPYJIEHTHOCTh H30JIATa IaTOr€Ha K pACTEHUIO-XO3AUHY, HMEIOLIEro JOMUHHPYIOIIMHA TIeH
BOCIIPUMMYHMBOCTH. B3anMOOTHOLICHNS B TATOCHCTEME MIIeHHIA — S. NOJOrUM OCYIIECTBISIOTCS IO TUITY
«TEH-Ha-TeH» B 3€PKAJbHOM OTPKCHHWH, W BBIPAXKAIOTCS B TOM, YTO MPOIYKTHI T€HOB BHPYJICHTHOCTH
naroreHa (=HekpoTpodHsie addexTopsl (HI) OenkoBoil mpHpopl) MpHU B3aUMOACHCTBUM C MPOAYKTAMU
TE€HOB BOCIIPHMMYHBOCTH PAaCTCHUSA-X034rHA (Snn) BBI3BIBAIOT COBMECTHMOCTD, T.€. pa3BuUTHe 0oje3nn. B
JaHHOHU paboTe ObuTM M3yueHbl Tpu ocHOBHBIX HD SnToxA, SnTox1, SnTox3, uaentnduunposannsie y S.
nodorum wa reaHom yposae. Poxe HD B passutiu centoprosa JoKa3aHa, OJHAKO OOMIMI OTBET XO3SMHA
npu nopaxkeHur S. NOdOrUM He Bcerma CTPOro MOAYMHSIETCS OOpaTHOM MOJENH TeH-Ha-TeH, TaK Kak
MHOYKECTBEHHbIE B3auMOJCHUCTBHs SnToX-SNN MOryT MpOSBIATH aJJIMTUBHOCTh MJIM DMUCTa3. B cBsi3u ¢
9TUM 1eJb paboThl 3aKiIovanack B uaeHTHGUKauu reaoB HD y Tpex uzonsaroB S. Nodorum u u3y4eHUH
BIIMSIHUA TPAHCKPUIILIMOHHONW aKTUBHOCTH TeHOB 3THX HD Ha cTemeHp BUPYIEHTHOCTH H30isaTa. Hamu
moka3aHo, uto Bce Tpu HO SnToxA, SnTox3 u SnTox] urpamm BaXHy0 poiib B pa3BUTHH OOJIC3HU B
COBMeCTUMBIX B3aumojedcTBusix. Oddekropsr SnTox3 wu  SnToxl npOSBISIIM 3AMHUCTATHYECKOE
B3aMMOJICHCTBHE, KOTOPOE€ CHUMAIOCh HPH TPOMHOM COBMECTHMOM B3ammoeiictBuu (SnTox3-Snn3,
SnToxA-75n1 u SnTox1-Snnl), yto moka3aHO Hamu BHEpBbIC. MEXaHHW3M JMHCTa3a U AXTUTHBHOTO
B3aMMOJICHICTBHSA OBIIT CBS3aH C PETYIALUEH TPaHCKPUIIIMOHHONW aKTUBHOCTH TreHoB HD, Takxke kak u
BUPYJICHTHOCTb H30JIATAa. Y aBHPYJICHTHOro m3oisita Sn4BJ] oTcyrcTBOBasia TPaHCKPHIIIMS BCEX TpeX
reHoB HO, a BupynentHsid uzonar SnN9MH otiugancs BeicokuM ypoBHeM HakoruteHust MPHK Bcex tpex
reHoB HO mpu WHOKyNAMM BOCIPHMMYMBOTO copTa. MBI Tarkke MOKa3aJd, 4ToO 3Kcmpeccus SNTOX
3aBHCeNa KaK OT reHoTHma Xo3suHa y SnTox4 u SNTOX3, Tak U OT 4YKcia COBMECTHMBIX B3aMMOICHCTBHIA,
NPOSBIIAIONIMX a[UINTUBHOCTh WM 3mucta3 y SNToxl m SnTox3. B koHEYHOM HTOTe BHPYIEHTHOCTH
u3oisara S. nodorum 3aBucesa OT KaYeCTBEHHOTO M KOJMYECTBEHHOTo coctaa HD.
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SODEKTOPBI Sn”TOX U BUPYJIEHTHOCTH STAGONOSPORA NODORUM

Resume

Stagonospora nodorum Berk. is the causal agent of Septoria nodorum blotch (SNB) of wheat (Triticum
aestivum L.). It synthesizes host-specific necrotrophic effectors (NEs), which facilitate infection process
and ensure virulence of pathogen on host plant with a dominant susceptibility gene. The interaction of
virulence genes products of the NEs pathogen (SnTox) with susceptibility genes products of the host plant
(Snn) in the S. nodorum - wheat pathosystem is carried out in inverted gene-for-gene system and causes the
development of disease. In this study, we tested three main NEs SnToxA, SnTox1, SnTox3, which have
already been identified in S. nodorum at the gene level. The NEs role in the development of SNB has
already been proven; however, the overall host response to SNB does not always strictly follow the
inverted gene-for-gene system, as multiple SnTox-Snn interactions can be additive or epistatic. In this
regard, the aim of the work was to identify the NE genes in three S. nodorum isolates and to study effect of
NEs genes transcriptional activity on the isolate virulence. We have shown that all three NEs SnToxA,
SnTox3 and SnTox1 played an important role in the development of the disease in compatible interactions.
Effectors SnTox3 and SnTox1 exhibited epistatic interaction that was removed by a triple compatible
interaction (SnTox3-Snn3, SnToxA-Tsnl and SnTox1-Snnl). This effect was shown by us for the first time.
The mechanisms of epistatic and additive interactions, as well as the virulence of the isolate were
associated with the regulation of the NEs genes transcriptional activity. The avirulent isolate Sn4VD lacked
transcription of all three NEs genes, and the virulent isolate Sn9MN was characterized by a high level of
mRNA accumulation of all three NEs genes during infection on susceptible cultivar. We also showed that
SnTox expression depended both on the host genotype in SnToxA and SnTox3 and on the number of
compatible interactions exhibiting additive or epistatic interactions in SnTox1 and SnTox3. Finally, the
virulence of the S. nodorum isolate depended on the qualitative and quantitative composition of NEs.
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Beenenne

Boz0ynurens cenToprosa (mATHUCTOCTH)
mieHuiel Stagonospora nodorum Berk. npuHAAIEKUT K
OTpsIay TPHUOKOBBIX MaTOTeHOB Pleosporales,
MIPEACTaBUTENN KOTOPOTO CHHTE3UPYIOT crennpuuecKue
Uil Xxo3sMHA  HekpoTpodHble  3hdexropsr  (HDI),
obneruaromiue nporiecc 3apaxenus: [McDonald, Solomon,
2018]. Takue HD obecrneunBarOT BUPYJACHTHOCTD [IITAMMA
MaTOreHa K pPacTCHHIO-XO3SIMHY, B TEHOME KOTOPOTO
MIPUCYTCTBYET COOTBETCTBYIOLIHI addexropy
JOMUHUPYIONIAA TeH BocmpuumunBoctd [Tan et al.,
2010]. B3auMoOTHOIIIEHUsI B MATOCHCTEME IMIIEHUIA — S.
nodorum OCyIIECTBISIFOTCS 110 THITY «ICH-Ha-TCH» B
3epKATEHOM OTPAKCHUH, W BBIPAKAIOTCI B TOM, YTO
NIPOAYKTHI TE€HOB BUPYJIEHTHOCTH raTroresa
(=nexpotpodHbie 3pdexroprr (HI) GemkoBoit pupoant)
npu B3aMMO/ICHCTBUH c MIPOIyKTaMu T'CHOB
BOCHPHUIMYUBOCTH PACTCHHUA-X03IMHA (Snn) BBI3BIBAIOT
COBMECTUMOCTh, T.c. pa3Butue Oosesnu [McDonald,
Solomon, 2018].

B Hacrosiee Bpems y maroreHa S. nodorum ua
TCeHHOM YpPOBHE HJICHTU(QHIUPOBAHO TONBKO Tpu HDO
(SnToxA, SnTox1, SnTox3) [Faris et al.,2010; Zhang et al.,
2011; Liu et al., 2012]. T'en adexropa SnToxA koaupyet

nentun pasmepom 13,2 k/la, mpoAaykT OToro TreHa
BBI3BIBACT HEKPO3bl M XJIOPO3bl B TKAaHAX paCTCHUA,
Hecymux reH Tsnl [Faris et al,2010]. I'em SnToxl
KOOWpPYeT  LUCTEWH-OOTaTBIi  MeNnTHX C  XWUTHH-
CBA3bIBAIOIMM MOTUBOM paszmepoMm 10,3 xJla. HO SnTox1
BBI3bIBACT Pa3BUTHEC 0OJIC3HM HA IIICHUIC C TeHoM Snnl
mokanu3oBaHHEIM Ha 1BS xpomocome [Liu et al., 2012].
I'er SnTox3 koaupyer mentux 17,5 x/la ¢ 6 ocraTkamu
MUCTEWHA, YYBCTBUTEIHHOCTh MIICHUIBI K 3ToMy HO
onpexaensiercss aByms renamu Snn3-B1 wu  Snn3-D1,
JoKanu30BaHHEIMU Ha SBS u 5DS xpomocomax mireHuIss!,
coorBercTBeHHO [Zhang et al, 2011]. Dddexrops
SnToxA, SnToxl, SnTox3 cuwuTaroTCs OCHOBHBIMHU Y
marorera S.  nodorum W JOCTATOYHO  IIMPOKO
pacmpoCTpaHeHbl Cpeau U30JATOB 1 mTaMMmoB [Liu et al.,
2012]. JlomoMHWUTENBHO, BBISBICHBI €IIE HECKOJBKO
B3auMoIeicTBUH, Takne kak SnTox2-Snn2, SnTox4-Snn4
and SnTox5-Snn5, SnTox6-Snn6 u SnTox7-Snn7, HO
TeHbl, Kojupyromme HD  martoreHa, W  TEHBI
BOCHPHUIMYHUBOCTH XO35IMHA ITUX B3aMMO/ICHCTBHH eIie He
uneHTuunupoBansl [Phan et al., 2016].

Ponr HD B pasButum cenropro3a ompesesieHa ¢
MOMOIIBI0 MYTaHTOB S. NOAOrUM HeCymux [Ielielud B
reHax 3QdQekTopoB, UYTO NPUBOIMIO K IOTEpe
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BUPYJICHTHOCTH MAaTOTEHOB Ha COpPTax NIICHHIBI C
COOTBETCTBYIOIIMMH I'eHaMK BocripuuMuuBoOCcTH [Rybak et
al., 2017]. Kpome TOro, B HEKOTOPHIX CTpaHax IO
ycroifunBocty k TpeM HO SnToxA, SnToxl, SnTox3
Bezercst addexrop-accomurpoBanHas cenekuus [Phan et
al., 2016]. CnenoBarenpHO, H3y4eHHE BKIIaaa Kaxaoro HO
B CTCNCHb BHPYICHTHOCTH H30JaTa S. nodorum
NPEACTAaBISIET KaK HAy4yHBIM, TaK M TPAKTHYECKUH
HHTepec.

OpHako oOmUii OTBET XO3SMHA MPU TTOPAKCHUU
S. nodorum He BcerJa CTPOTO MOJYMHSIETCS OOpaTHOM
MOJIENT T€H-Ha-TeH M THKECTh 3a00JICBaHUS WMHOTIA HE
sBIsieTCsl QYHKIMEH KoymdecTBa B3aumoeiicteuii SnTox-
Snn. DTo HpPOMCXOIWT M3-3a TOTO, YTO MHOYKECTBCHHBIC
B3anMmozeicTBusl  SnTox-SNN  MpOSBIAIOT — pa3iIWdHbIE
3¢ QeKThl, TaKHe KaK aJAIUTHBHOCTh M JIHCTa3 WIH Ha
OTBET XO35IMHA BIMAIOT APYrHe TeHbI C HE3HAUYUTEIbHBIMU
s¢pdpexramu [Phan et al., 2016]. Tak aas COBMECTHMBIX
B3aumozeicteuii SnToxA-7snl u SnTox1-Snnl noka3an
apmutuBHbii dddext [Chu et al., 2010]. HegaBHo ObLIO
oOHapyxeHo, uTo  B3aumojeiictBue  SnTox1-Snnl
SMUCTATHYHO 1O OTHOHIeHHI0O K SnTox3-Snn3, a smucras
nposiBisuicss B AuddepeHIUanbHOM JKCIPECCHH TI'eHa
SnTox3 [Phan et al, 2016]. Tem He MeHee, Ha
CeTOAHALIHUI JIeHb UMEIOIINECS B JIUTEPaType JaHHbIC HE
MOTYT OOBSICHUTH BCEeX O(P(PEKTOB B3aNMOACHCTBHA
SnTox-Snn. B cBsi3u ¢ 3TUM 1ieTb paboThI 3aKiII0YaIach B
unentuduramuu reio HD y tpex mzomstro S. nodorum
pa3NMYHONH  BHUPYJICHTHOCTH W  M3YYCHWH  BIMSHUA
TPaHCKPHUIIIMOHHON aKTHBHOCTH TeHoB 3Tux HO Ha
CTETICHb BUPYJICHTHOCTH HM30JIATa MPU 3apaKEHUH COPTOB
MIIEHUIBI C  Pa3IM4YHBIM  AJUICNBHBIM  COCTOSIHHEM
COOTBETCTBYIOIINX I'€HOB BOCIPHUMIHBOCTH.

MarepuaJjbl 1 METOABI

O6veKkmom uccnedosanusa CIYXWIA TPU COPTa MATKOH
ApoBOil mmieHursl Triticum aestivum L., ¢ pasHbM
IIETBHBIM COCTOSIHUEM TEHOB BOCIIPHHMYMBOCTH K
naroreny S. nodorum Berk.: Xuuma (Tsn1/Snnl/Snn3),
Kazaxcranckas 10 (Ka310) (tsn1/Snn3/Snnl) u Omckas 35
(Om35) (tsnl/snn3/Snnl) [Hyxwuas u ap. (Nuzhnaya et
al.), 2020]. B pabore ObLTH HCIONB30BAHBI TPH H30JISITA
rpuba S. nodorum: Sn4BJl (Sn4VD) (aBupyJaeHTHBIH) U
Sn9MH  (SnOMN)  (Bupynentnsiii)  (PecryOnmka
benapycs) u Snb (SnB) (Bupynentnsiii) (PecrnyOmuka
BamkoprocTan). I'pubb KyJIbTUBUPOBAIH Ha
KapTo(eIbHO-TIIIOKO3HOM arape. PacTenus BbIpaliuBaiy B
KoHTelHepax ¢ 10% pacTBOpoM mHUTaTENbHOH cpelbl
Xornanga—ApHOHa Ha CHEHUAIBLHO  000PYIOBAHHOM
CBETOIUIOMIAAKE C  YCIOBHSAMH  KYJIbTHBHPOBAHHMS:
temrneparypa 20/24°C (Houb/nmeHs), 16 4 cBeronepuon,
MHTCHCUBHOCT cBeta 146 Br/mM° OAP (mammer Osram L
36W/77) B Teuenue 7 cyT.

Ilpopocmkosylo  ycmotiuugocms COPTOB  OLICHUBAIH
METO/IOM Ta30HYMKOB, Kak ommcaHo paHee [BecenmoBa m
np., 2016]. Pa3BuTre CUMITOMOB CENTOPHUO3a HA JTUCTHIX

MIIEHUIB!  (UKCUPOBAIM Ha MIECTIE CYTKH IIOCie
uHQUIUPOBaHHUS HU30JATaMH S. NOJOrUM ¢ MOMOIIBIO
¢doroanmapara SP-800UZ Image Stabilization (Olympus,
Wunone3ust), Iuiomans 30HBI MOPAXKECHUS H3MEPSUIH C
ITOMOIIBI0 KOMITBIOTEPHOH TporpaMMel Imagel] (rsbweb.
nih.gov/ij/download.html) n BeIpakann B mporeHTax OT
obmeit mmomaau nucra. Kpome TOro, OLEHKY 30H
MOpaXEHUSI TPOBOJAMIM IO MEXIYHapOIHOHW IIKaie,
KOTOpasi ~Takke IpedycMaTpUBaeT y4eT CTeleHU
MMOPaXKEHHOCTH PAa3IUYHBIX OopraHoB pacreHmii: RR (0—
5%) — copra ¢ OYCHb BBICOKOW H  BBICOKOI
yeroitunBocThio; R (10 10-15%) — ycroiiunssie copra; M
(mo 25%) — cnaboBocnpunMumBbIe copta; S (10 40-65%)
— BocrnpuuMumBbie copta; SS (mo 90-100%) — copra ¢
OYCHb BBICOKOW W BBICOKOH BOCIPHHUMYHMBOCTBIO; H
OanmpHOU crcTeMe, Kak onucano y Liu et al. (2004).
Botoenenue /[HK w3 ceMHUIHEBHON KyJabTyphl Tprba
OCYIIECTBIISUIN C TOMOIIBIO  (PEHOJIBHO-ETEPreHTHOTO
Metona. Unearndukamuio reHoB HD SnToxA, SnToxl u
SnTox3 y uzonsros S. nodorum Snb, Sn9MH u Sn4BJ]
BBIMOJIHSJIM ~ TOCPEJCTBOM  TOJIUMEPA3HOW  IEMHOU
peakmmu (ITLP) ¢ reHOCHEUM(UYHBIMU IpaiiMepaMu K
SnTox4 (JX997419), SnTox1 (JX997402) [Shi et al., 2016]
u SnTox3 (FJ823644) [Winterberg et al., 2014], B
KauecTBe BHYTPCHHEro KOHTpOJS Ha TIPHUCYTCTBHE
rpubnoit JIHK wcnome3oBamu mpaiiMepbl Ha TeH
«IoMarrHero xossiicTBa» TyoynuHa (S56922) [Fraaije et
al., 2002]. TILIP ocymiecTBIsUIM B aMIUTUQHUKATOPE THIIA
TII4-TILP-01-Teprmk  (AHK-Texnonorus,  Poccus).
IIponykter TP pasgensiu B 7% IIAAI, okpamieHHOM
OpOMHUCTBIM 3THIMEM, C HCIOJB30BAaHUEM MAapKEpHOH
JHK Gene Ruler DNA Ladder (Fermentas). I'emu
¢dotorpadupoBaTEm € TOMOMIBI0 JTOKYMEHTHPYIOIIEH
cucrembl GelDoc XR (BioRad Laboratories, CILIA).
Dxcenpeccuro 2enos SNToxA, SnTox1 u SnTox3 y pasHbIx
M30JIATOB S. NOAOrum BO BpeMsi MHOKYJISILMH PAaCTCHHN
TIICHHIIBI aHaJIM3UPOBAIIH c TEMHU xe
reHocnenupuIHbIMA npaiiMepaMu METOZO0M
konuuecTBeHHOU I[P B pexume peanbHOro BpeMEHU Ha
npubope iCycler iQ5 Real-Time PCR Detection System
(BioRad  Laboratories, CIlIA) ¢  npuMmeHeHHEM
nHTepKanupytomero kpacutens SYBR Green I (Cunrou,
Poccus). Toraneayto PHK W3 KOHTPOJEHBIX U OIBITHBIX
JICTHEB MIIEHUIBI, 3a()UKCHPOBAHHBIX B JKUJIKOM a30Te,
gepe3 24 u 96 4 mocie MHQHUIUPOBAHWS H30JATaMHU S.
nodorum, BBIZCTIM C MOMOIIBIO peareHta Trizol,
COTJIACHO  TIPOTOKONY  (HUpPMBI-TIOCTaBmHKa  (Sigma,
I'epmanwms). J{i1st HOpMUPOBaHUS PE3YNIBTATOB AKCIIPECCHU
UCCIIEIYeMbIX T'€HOB HCIOJIb30BAIN INpaiMepsl K TEHY
TyOynuHa rpuba S. nodorum (S56922) [Fraaije et al.,
2002]. M3meHeHHS B IKCIPECCHH HHTEPECYeMOIo TIeHa
OTIPENEISUTH 110 BBIYKMCICHUIO YPOBHS HOPMAaJIM30BaHHOMN
OKCIIPECCMM  T€HOB  C  IOMOIIBIO  MPOrPaMMHOIO
obecrieuennst iCycler iQ5 Real-Time Detection System
Software (BioRad Laboratories, CIIIA).
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Cmamuueckan  oopabomka. Bce  dKCIIEpHUMEHTHI
TIOBTOPAJIN TPU pa3a U BBITIOJIHAIN B TPEX 6I/IOJ'IOFI/I‘-IeCKI/IX
U TpeX aHAJUTHYCCKUX MOBTOPHOCTSX (obmee n = 9). Ha
pHCYHKE 2 IpUBE/CHBI XapaKTepHbIe BapUaHTBI U3 CEPHH
onbrToB (N=90). Ha pucynke 3 u Tabnume 1 mpuBeneHBI
cpennue apu(MeTHIECKHE 3HAUCHUS U UX JIOBEPUTEIIbHBIC
MHTEPBaJIbl, PACCIUTAHHBIC 10 CTAHAAPTHBIM OLTHOKAM.

Pe3yabTaTshl U 00cy:KI€HHE

Tpu wm3omsra S. NOdOrum TeCTHPOBAIH METOIOM
[P Ha Hammume reroB HD - SnToxA, SnTox3 u SnTox1l
(puc. 1). ¥ nzonstoB Sn4BJ] u SN9MH B renome Obutn
obHapyxensl 3 rema HD - SnTox4, SnTox3 n SnToxl
(puc.1). ¥V uzomnara Snb 6pun 0GHapYXEHBI TOJIBKO [1Ba
rera HO — SnToxA u SnTox3 (puc. 1).

WzBectHo, uyto HD rpuba (SnTox) mnopaxaror
TOJIBKO TE COPTa MIICHHIbI, KOTOPBIE HECYT B CBOEM
TCHOME COOTBETCTBYIOIIUE MM T'€Hbl BOCIPHUUMYHBOCTH
(Snn) [Phan et al., 2016; McDonald, Solomon, 2018].
Panee Hamu ObUIM HMICHTH(UIMPOBAHBI COPTa MSITKON
ﬂpOBOfI MIICHUIIbI C PA3JIMYHBIM aJIJICJIbHBIM COCTOAHHUEM
renoB BocrpuumunBoctd [Hyxnas u np. (Nuzhnayay et
al.), 2020]. Copr Xuuma cozaepkan TpU JOMHHAHTHBIC
amwrenn (Tsnl/Snnl/Snn3) k Ttpem HD S. nodorum -
SnToxA, SnToxl u SnTox3, copt Ka3l0 coxmepxan ase
nomuHaHTHRIE amrend (tsnl/Snn3/Snnl) k msym HD -
SnToxl wu SnTox3, copr Owm35 coxepxan OIHY
JMOMHMHaHTHYI0 amrens (tsnl/snn3/Snnl) k HD SnToxl
[Hyxwuas u 1p. (Nuzhnaya et al.), 2020].

SnToxA SnTox3 SnTox1

Puc.1. Unertudukamnus reaoB SnToxA, SnTox3 u SnTox1
merozaom ITIP y Tpex uzomstos S. nodorum: 1 -Sn4B/I;
2 - SN9MH; 3 - Snb; M - THK-mapxepsr, 100-1000 m.H.
Fig. 1. Identification of the SnTox4, SnTox3 and SnTox1
genes by PCR in tree isolates of S. nodorum: 1- Sn4VD;
2 - SnN9MN; 3 — SnB; M - DNA molecular weight ladder
100-1000 bp.

Jna wm3ydenus BiausHHA HDO Ha BUPYIEHTHOCTH
M30JIATa HAMH OBLI TPOBEICH aHAM3 PEaKIHU KaxXIOTo
copTa Ha HMHOKYIALHMIO Tpems wu3oisTamu S. nodorum
(puc. 2, tabn. 1) m wucciemoBaHa TPAHCKPHUIIIMOHHAS
aKTUBHOCTH BCeX Tpex reHoB HO (puc. 3).

Wzonsater SNOMH n S4B/l coneprkanu reHsl Beex
tpex HD, oxmnako aBupyneHTHBIH uzonsatT Sn4BJl He
BBI3BIBAJl 3HAYMTEIBHBIX BHUIUMBIX MOBPEKACHUH Ha
JIHCTBSIX BCeX TpeX coproB (puc. 2, Tadn. 1). Hanportus,
BUpyNEHTHBIM — m3oysaT  SNIMH  (ToxA/Tox3/Tox1)
nopaxkajl BCe HCCIIe/lyeMble COpTa, HO B Pa3HON CTEIEeHU
(puc. 2, tabm. 1). Jlpyro#t BUpymeHTHBIA wu3oiaT Snb
conmepxan aBa reHa HO - SNToxA u SnTox3 u mopaxan
CO 3HAUYMTENBHBIMU TOBPEXICHUSIMU copTa JKHHMIA U
Ka310, umeromue reHbl BOCIPUUMYHMBOCTU K JaHHBIM
addexTopam, u HE nopakai copT Om35
HEYYBCTBHUTEIBHBIN K JAHHBIM TOKCHHaM (puc. 2, Tabi. 1).
(a) Zhnitsa (Tsn1/Snn3/Snnl)

SnB

(b) Kazahs_tanskayalﬂ (tsn1/Snn3/S

ke

nnl)

Puc. 2. AHanu3 (eHOTHINYECKHX MTPOSIBICHHUN
BSaHMOﬂCﬁCTBHﬁ T€H-Ha-T€H B Pa3JIMYHBIX COBMECTUMBIX
M HECOBMECTHUMBIX COUYETAHMAX B IATOCUCTEME S. nodorum
— T. aestivum. Pa3BuTre CMMITOMOB 3a()HKCHPOBAHO
yepe3 6 CyTOK MOCIIE 3apaXKeHUsI TPEX COPTOB MATKOU
HpOBOfI M CHUIBI C PA3JIMYHBIM AJJICJIBHBIM COCTOAHUEM
reHoB BocnpuuMunBoctd XKuuna (Zhnitsa) (a),
Kazaxcranckas 10 (Kazahstanskaya 10) (b) u Omckast 35
(Omskaya 35) (c) Tpems u3onstamu S. nodorum SnB,
Sn9IMN, Sn4VD.

Fig. 2. Analysis of phenotypes of gene-for-gene
interactions in various compatible and incompatible
combinations in the S. nodorum - T. aestivum
pathosystem. The development of symptoms was recorded
6 days after infection of three bread spring wheat varieties
with different allelic states of susceptibility genes Zhnitsa
(a), Kazakhstanskaya 10 (b) and Omskaya 35 (c) with
three isolates S. nodorum SnB, Sn9MN, Sn4VD.
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Tabmnuna 1.

Peaxuus Ha uHOKYISAMIO H3ositamu S. nodorum Snb (ToxA/Tox3), SN9MH (ToxA/Tox3/Tox1) u Sn4B/1
(ToxAJTox3/Tox1) Tpex COPTOB MILIEHHUIBI ¢ PA3TUYHBIM AJUICILHBIM COCTOSTHUEM COOTBETCTBYIOIINX
TE€HOB BOCIIPHUMYHBOCTH K 3P PeKTopam
Table 1. Reaction of three wheat varieties with different allelic states of the corresponding genes susceptibility to
effectors to inoculation with S. nodorum SnB (ToxA/T0x3), SN9MN (ToxA/Tox3/Tox1)
and Sn4VD (ToxA/Tox3/Tox1) isolates

Copt / Peakiust Ha mopaxxeHue N3oast S. nodorum / Isolate S. nodorum
Variety / Reaction to damage Snb / SnB | Sn9MH /Sn9MN | Sn4BJI/Sn4VD
XKuuua / Zhnitsa (Tsn1/Snn1/Snn3)
Hexpo3sst / Necrosis, % 18+2 21+2 1+0.1
Xyopo3ssl / Chlorosis, % 55+4 57+5 24+0.2
Oo6mas 30Ha nopaxenus / Damage zone, % 73+6 84+6 3+£03
Bann nopaxxennoctu u I'pynna ycroitunoctu
/ Damage score and Resistance group™ 5/SS 5/5s 1/RR
Kazaxcranckas 10 / Kazahstanskaya 10 (tsn1/Snn3/Snn1)
Hexpo3sst / Necrosis, % 16+2 31+3 0.05 + 0.002
Xyopo3ssl / Chlorosis, % 35+3 25+2 0
OOmas 30Ha mopaxenus / Damage zone, % 51+5 56 +4 0.05 +0.001
bann nopaxeHHOCTH U l"pyr{na YCTOWYMBOCTH 4/S 475 1/RR
/ Damage score and Resistance group*
Owmckas 35 / Omskaya 35 (tsnl/snn3/Snnl)
Hexpo3sst / Necrosis, % 5+£0.7 23 +£2 0.05 + 0.002
Xyopo3ssl / Chlorosis, % 3£05 0 0
Oo6murast 30Ha mopaxenus / Damage zone, % 8+1 23+£2 0.05+0.001
Bann nopaxkennoctu u ['pynna ycroitunoctu
/ Damage score and Resistance group* 2/R 3/M 1/RR

IMpumeuanne:* RR (0-5%) — copra ¢ 0ueHb BBICOKOM M BBICOKO# yCTOWYIHBOCTEIO; R (0 10-15 %) — ycroiiunsbie
copra; M (1o 25 %) — cnaboBocnpunmumBbie copta; S (10 40-65 %) — BocnprnmumBeie copta; SS (10 90-100 %) —

CcOopTa C 0YEHb BBICOKOH U BBHICOKOW BOCHPUUMYHMBOCTHIO.

Note:*RR (0 - 5%) - varieties with very high and high resistance; R (up to 10 - 15%) - resistant varieties; M (up to
25%) - slightly susceptible varieties; S (up to 40 - 65%) - susceptible varieties; SS (up to 90 - 100%) - varieties with

very high and high susceptibility.

Ipu wusHokymsiumu copta Om35 (tsnl/snn3/Snnl)
n3osstom Snb (TOXA/Tox3) Habmomanri MHHHMATbHBIC
30HBI MMOPAKEHHUS, KOTOPHIC MOKHO OOBSICHUTH PeakIuei
CBEPXUYYBCTBUTEIIBHOCTH WJIM BJIMSHHEM JPYTHX TEHOB
i 3¢dexTopoB ¢ HesHAUUTETBHBIME 3(dexkramu [Phan
et al., 2016]. Ilpu mHOKymsauu copra Om35 u30IATOM
SN9MH (coBmectumoe B3aumozeiicteue SnTox1-Snnl)
HaOmromanu BiusHUe SNTOX1 Ha pa3BuTHE OOJIE3HU H
BHPYJIEHTHOCTH H30ssiTa SN9MH (puc. 2, taba. 1). U3 puc.
2 BuaHO, yTo SnTox1 BBI3BIBAET HEKPO3bI, 3aHUMAIOILIHE

noutu 25% MJIoUaau JUCTa U HE BBI3BIBAET XJIOPO3HI (pUC.
2, tabm. 1). Tlpu wHOkymsiumu copra Kasl0
(tsn1/Snn3/Snnl)  wmsomsatom  Snb  (coBMecTHMOE

B3aumoaeiictBue SnTox3-SNN3) HaOmromanu BIHSHHE
SnTox3 na pasBurune OGonesnu (puc. 2, Ttabm. 1). Ilo
CHUMIITOMaM IOPaXEHUs] BUIHO, 4TO SNTOX3 BbI3bIBaeT
HEKpO3bl WM  3HAYUTENIBHBIE  XJIOPO3BI, COBMECTHO
3aHuMaromue 6osnee 50% mromanu nucta (puc. 2, Tabi.

1). CnenoBarensHo, 00a s¢dpexropa SnToxl u SnTox3
UTPAlOT BaXHYIO PpOJb B Pa3BUTUM OOJIE3HH NPHU
COBMECTUMBIX B3aMMOJCHCTBUAX. [Ipy MHOKYIAIUH copTa
Ka310  wm3omstom  SNOMH  (1Ba  COBMECTHUMBIX
B3aumogeiictBuss  SnTox1-Snnl wm  SnTox3-Snn3) He
0OHApYXWJIM O0XMAAEMOTO 3HAYUTEIBHOTO YBEIHUCHUS
30H MOPAKECHHUS 10 CpaBHEHHIO ¢ BapuantoM Ka310/Snb
(SnTox3-Snn3) (puc. 2, tabn. 1). Takas peakius Moria
ObITh  BBI3BaHA  OSNHCTATHYECKMM  B3aMMoJeiicTBHEM
SnTox1-Snnl mo otHomenuo k SnTox3-Snn3 [Phan et al.,
2016]. HampotuB, mnpu UHOKyasImuu copra JKHuma
(Tsnl/Snn1/Snn3) wm3osaToM SN (IBa COBMECTHMMBIX
B3aumogeictust ~ SnTox3-Snn3  u SnToxA-7snl)
OOHapY)KWJIN 3HAYUTEIBHOE yBEIMYECHUE 30H HOPasKeHUS
no cpaBHeHutoo ¢ Bapuantom Kaz10/Snb (SnTox3-Snn3),
XJIOPO3bl M HEKPO3bl 3aHuManu Oosiee 70% rutoImIagm
mucta (puc. 2, Tabm. 1). Takas peakuus ykaspIBaeT Ha
OTCYTCTBHEC  dIHCTa3a W aUIMTHBHBIA  3ddekr
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B3aumMogeicTeuil SnTox3-Snn3 u SnToxA-7snl [Haugrud
et al, 2019] u rosoput o BaxHOW pomu SnToxA B
pa3BUTHHU OOJE3HM MPU COBMECTHMBIX B3aHMOJCHCTBHSIX.
IMpn wHOKkymsiumu copra JKumna wuszonstom SNOMH
HaOmoganm PEaKITHIO Tpex COBMECTUMBIX
B3aumoericTBuii SnTox3-Snn3, SnToxA-7snl u SnTox1-
Snnl u OOHapyKWIU YBEIHYCHHE 30H TMOPAXKEHUS II0
cpaBHeHnio ¢ BapuantoMm JKuuna/Snb (SnTox3-Snn3 u
SnToxA-75n1), B OCHOBHOM 3a CYeT YBEJIMYCHHUSA
o0pa3oBaHus HeKpo30B (puc. 2, Tabm. 1). Takas peakuus
MOXET TOBOPUTH 00 OTCYTCTBMM SIHCTaTHYECKOTO
B3aumozeicTBust Mexay SnTox1-Snnl u SnTox3-Snn3 B
npucyrcrBun SnToxA-7snl.

OnucraTuvecKkhue W aJIUTUBHBIC B3aUMOACHCTBUS
Mexay SnTOX-SNN  BBIABISUIMCE W B IPEABIAYIINX
UCCJIEOBAaHUAX, HO MEXaHM3MbI 3THX SIBJICHHH JI0 KOHIA
He packpsiThl [Friesen et al., 2008; Chu et al., 2010; Phan
et al., 2016; Rybak et al., 2017; Haugrud et al., 2019].
[Tpeanonararor, 4TO BO3MOXKHBIE MEXaHHM3MBI BIIHCTa3a
MOTYT BKJIIOYATh PETYISLUIO dKCIpeccHu 3(h(PeKTOPHOTO
reHa, ICHCTBUE TEHOB XO34MHA WM B3aUMOJCHCTBHE
MEXIY CHTHAJbHBIMU ITyTSMH, HCIOJIb3YEMBIMH IBYMS
HD [Friesen et al., 2008; Phan et al., 2016]. HemasHo
ObI0  MokKazaHo, 9ro omnmcraz SnTox1-Snnl 1o
otHomeHuto kK SnTox3-SnN3 mposBisics B MOAaBICHUN
tpanckpunuuu reda SNTox3 [Phan et al., 2016]. Oanako
9TO SMHUCTATUYECKOE B3aUMOJEHCTBUE OBUIO pacCMOTPEHO
TONBKO  JUIi ~ ONHOrO  BaphMaHTa  COBMECTHUMBIX
B3aumozeictBuii SnTox1-Snnl u SnTox3-Snn3 [Phan et
al., 2016]. Jlinst TOro 4YToOBI BBISBUTH CBSI3b MEXKIY
m3meHenneM ypoBHs MPHK reHOB »ddexrTopoB, wux
QUIUTUBHBIM MJIM DIUCTATHYECKUM B3aHMOJICHCTBHEM M
BUPYJACHTHOCTBIO  M30JITa HaMH  OBUI  HPOBEICH
TPaHCKPUIIIIMOHHBIA aHaJIu3 Bce Tpex reHoB HO.

IIpn aHanu3e TPaHCKPUILMOHHON aKTUBHOCTH
reHoB sddekropoB SnToxA, SnTox3 u SnToxl B Hamem
UcceNoBaHUM  OblIM  OOHApYXKEHbl  OTIMYMS B
HakorieHnn MPHK remoB HD B pasHpIX coprax mpu
HHOKYJISIIMH u3ositamu S. nodorum Snb, SN9MH, Sn4BJ]
(puc. 3). Ilpn MHOKYISAMH PACTCHUH MIIEHUIIB H30JIITOM
S4B/l He 0OHapY)KEHO TPAaHCKPHUIILIUK BCEX TPEX I'€HOB
H3 (puc. 3). DTo MOXKeT 00BSICHUTH OTCYTCTBHE BUIMMBIX
MOpaXXEHUI Ha JINCTBAX BCEX MCCIEAYEMBIX COPTOB (pHC.

2, Tabm 1). Takas peakius JOKa3bIBaeT BaXHOCTh
SnToxA, SnTox3 u SnToxl B obOecneueHHH
BUPYJIECHTHOCTH H30JISITOB B COBMECTHMBIX

B3aumozeicTBusix [Rybak et al., 2017]. T'en SnTox1l He
OBUT OOHAPYKEH B TeHOME u3oisAta Snb, clieoBaTeIbHo,
[IPY aHANW3€ TPAHCKPUIILIMOHHON aKTUBHOCTH 3TOTrO reHa
Yy JIAHHOTO H30JIATa MPU WHOKYISAIUH BCEX HUCCIEIYEMbIX
COPTOB  HE  BBIABJICHO  HAKOIUICHHS  KaKOTO-THOO
kommyectBa MPHK (puc. 3b).

(a) ESnB  ®SnOMN = SpdvD
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Puc.3. TpanckpunimoHHasi aKTHBHOCTh T€HOB
addexropo SnToxA (a), SnTox1 (b) u SnTox3 (c) (in
planta) B coprax MArkoi sipoOBOii MIIEHUIIBI C PA3HBIM

AIJICIIBHBIM COCTOSTHUEM I'€HOB BOCIIPUMMYNBOCTH
HWHOKYJIMPOBaHHKIX Boo# (0) U TpeMs nzonsiramu S.
nodorum SnB (Snb), SNOMN (Sn9MH), Sn4VD (Sn4B/I)
(24 u 96 gacoB mocIe 3apaXKCHHS).

Fig. 3. Transcriptional activity of SnToxA (a), SnTox1 (b),
and SnTox3 (c) effector genes (in planta) in soft bread
spring wheat cultivars with different allelic states of
susceptibility genes inoculated with water (0) and three
isolates of S. nodorum SnB, SnN9MN, Sn4VD (24 and 96
hours after infection)

Haxorutenue tpaHckpuntoB reHa SnToxA OblIo
3HAYUTEIIBHO BbIlIE Y 000uX u30isToB SNb 1 SN9MH mpu
nHOKysiumu copra JKumna (7sn/) 4yBCTBHTENBHOIO K
stomy HD, yem mpu uHOKymsimum coptoB Kazl0 m Om35
HE MMEIOIIIX COOTBETCTBYIOMIETO TeHa BOCIPUUMYHBOCTH
(puc. 3a). Panmee mus wm3onsara SNS ObUIO TOKa3aHO
BIMSHUE TEHOTHIIA IIIEHWIBI Ha SKCIPECCHIO TIeHa
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SnToxA — mpu cCOBMECTUMOM B3auMojeicTBUE SNTOXA-
Tsnl sxcnpeccust rena SnToxA Obula B 2 pa3a BbIlIe, YeM
pu HecoBMeCTUMOM B3aumoaericTBun SnToxA-tsnl[Faris
et al., 2011]. Kpome Ttoro, Tpauckpurius rena SnToxA y
nzomsita SNOMH Obuta B 2.4 pasa Bblllie, 4eM Y HU30JsTa
Snb uepe3 96 4 mocie MHOKYISIMHM YyBCTBUTEIHLHOTO
copra Kuuma (puc. 3a), 9TO MOXKET OOBACHHUTH Oojee
BBICOKYIO arpecCMBHOCTh M30JisiTa SNOMH 110 cpaBHEHHIO
¢ wmoxaroM Snb.  DOToT BHIBOA corjacyercs ¢
HaOMIOZIGHNEM HEKOTOPBIX aBTOPOB O MOJIOKUTEIBHON
KOppesiiuu  MEXJy YpoBHeM oskcmpeccun SnToxA u
BKJIaJ0M B GoJsie3Hb B3aumoeiicteus SnToxA-Tsnl [Faris
et al., 2011; Virdi et al., 2016].

TpaHCKpUIIIIHOHHAS aKTHBHOCTh TreHa SnTox1
ObuU1a OOHapyxeHa Tobko y u3oiara SNOMH (puc. 3b).
YyBcTBUTENBHBIME K 3ToMy HD Obutn Bce Tpu copra
Kanma, Kazl0 m Om35 (Snnl), omHako HaKOIICHHE
MPHK pamnHOro rema y coproB oriudanoch (puc. 3b).
MaxkcumaneHoe Hakomtenne MPHK  rema  SnToxl
oOHapyXwinm TpM HHOKyasumu copra JKeuma, a
MHHHUMAJIBHOE — MPpHU MHOKYIsimu copta Om35 (puc. 3b).
OueBUHO, YTO YPOBEHb TPAaHCKpUIIMU TeHa SnToxl
3aBUCEJI OT YHUCIIAa COBMECTUMBIX B3aUMOJEMCTBUH Y copTa
MpU WHOKYISIMHM TaHHbBIM u3oimsitoM SNIMH. Tak B

BapHaHTE Om35/Sn9MH c camoi HU3KOH
TPAHCKPUIIIIMOHHONW  aKkTHUBHOCThIO  rena  SnToxl
MIPUCYTCTBYET OJHO COBMECTHMOE  B3aMMOJICICTBHE
SnTox1-Snnl; B Bapmante Ka3l0/SN9MH - nBa

coBMecTUMBIX B3amMmopeicTBuss SnTox1-Snnl u SnTox3-
Snn3; a B Bapuante JKuuia/SN9MH c camoii BBICOKOI
TPAHCKPHUIIIIMOHHON aKTHBHOCTBIO TeHa SnToxl — Tpum
cOoBMeCTUMBIX B3aumozeictusg SnToxA-Tsnl, SnToxl1-
Snnl u SnTox3-Snn3. Takas peakinsi MOXXET TOBOPHUTH O
HATMYAHA OOINEro MEXaHW3Ma PETYISIUN TPAHCKPHUTIIIH
reHoB HD, 3TOT peryisTopHbIii MEXaHH3M MOXET OBITh
CBS3aH C AaKTUBHOCTBIO TPAaHCKPHIIIHOHHBIX (DaKTOpOB,
MMO3UTHBHO ¥ HETaTUBHO PETYIUPYIONIMX 3KCIPECCHIO
reroB HO [Rybak et al., 2017; Tan, Oliver, 2017].
TpanckpumnioHHasi akTUBHOCTH reHa SNTOX3 B
COBMECTHMBIX B3aHMOJCHCTBHUSIX Kuuna/Snb,
Kunua/Sn9MH, Ka3z10/Snb (SnTox3-Snn3) Obuia BbImIe,
4YeM B HECOBMECTHUMBIX B3aummojcicTBusix Om35/Snb wu
Om35/Sn9MH (SnTox3-snn3) B 5.5 pa3 u 6oxee (puc. 3c).
MsI BriepBbIe MOKa3ald Ui ABYX K30yATOB S. hodorum
Snb m SN9MH, 4ro reHOTMH MIIEHUIBI BT Ha
TPAaHCKPUIILIMOHHYIO aKTUBHOCTH reHa SNTOX3. CxomHoe
BIUSHUE TEHOTHIIA TIMICHUIBI Ha TPAHCKPHIIIHOHHYIO
akTUBHOCTh TeHa SnlToxA, paHee ObUIO OOHAPYXEHO
JIPYTMMH aBTOPaMH U JAPYTHX H30JsMTOB S. nodorum
[Faris et al., 2011; Virdi et al., 2016]. TIpu coBmecTHMOM
B3aUMOIEHCTBUH Ka310/Sn9MH (SnTox3-Snn3),
HAIPOTHB, MBI OOHAPYXHIIN MHTHOMPOBAHUE HAKOTUICHHS
TpaHCKpUNTOB TeHa SNToX3 (puc. 3c). Drtor sddexr
SIBIISIJICS TIPOSIBIICHHEM SIHCTATHYECKOTO B3aUMOICHCTBHS
SnTox1-Snnl mo ortHomenuto k SnTox3-Snn3, uTo

COBIAJAaCT C HEJIABHO IONYYCHHBIMH pe3yiIbTaTaMu
npyrux aropoB [Phan et al, 2016]. Kpome Toro, B
Bapuante JKuana/SN9MH (SnTox3-Snn3, SnToxA-75n1 u
SnTox1-Snnl), rne Hamu ObUT OOHApPY)KEH aJJUTHBHBIH
3pPEeKT TpexX COBMECTHMBIX B3aMMOACHCTBHUIA, MBI HE
BBISIBUJIM TI0/IABJICHHUS TPAHCKPUIIIMOHHONW aKTUBHOCTH
rea SNTox3 wnu reHa apyroro 3¢ddexTopa, HANPOTHB,
HaKOIUIEHHE TPAHCKPUNTOB T'e€HOB 3(P(EKTOPOB B 3TOM
BapHaHTe ObUIO caMmbIM OomblIuM (puc. 3). AXTUTHBHBINA
3pPeKT TPOWHOTO COBMECTHMOTO  B3aMMOJACHCTBHSA
MO0Ka3aH HaMH BIIEpPBBIE.

Takum o6Opa3oM, HaMH OOHapyXEHO, YTO BCE TPH
HD SnToxA, SnTox3 u SnTox] urpanu BaxxHyrO poJb B
pa3BUTUU OOJIC3HH B COBMECTHMBIX B3aMMOJICHCTBHSIX.
D dexropsr SnTox3 u SnTox1 MIPOSBISUTH
SMHUCTATUYECKOE B3aMMOJIEIICTBHE, KOTOPOE CHHUMANOCh
MpU TPOMHOM COBMECTHMMOM B3ammojeucTBuu (SnTox3-
Snn3, SnToxA-75n1 wu SnTox1-Snnl). Mexanusm
3MHCTa3a U aAJUTUBHOTO B3aMMOJCHCTBHSI OBLI CBSI3aH C
perynsnued TpaHCKPUINLMOHHOM akTHBHOCTU reHoB HO,
CJIEZIOBATENIbHO, BHUPYJIEHTHOCTh M30JIATa TaKkxke Obuia
CBSA3aHA C TPAHCKPHUIIUOHHON aKTUBHOCTBIO TeHoB HO. YV
aBuUpyleHTHoro  m3oisara  Sn4BJ[  orcyrcTBOBana
TPAHCKPHUIIKS BCeX TpeXx TreHoB HD, a BUpPYICHTHHIHA
monar  Sn9MH  oTiauuancs  BBICOKMM — YpOBHEM
nakoruteHmst MPHK Bcex Tpex renos HO npu nHOKYIISIIIHH
BOCIIPUUMYHMBOTO cOpTa. MBI Takxke IpeiroJiaraeM, 4To
aKcrpeccHst SNTOX 3aBUCUT Kak OT 'eHOTHIIA XO3sIMHA, KaK
B ciaydyae ¢ SnToxA m SnTox3, Tak m oOT uwHcia
COBMECTHMBIX B3aUMOJICHCTBUH, MIPOABIAIOIINX
AJIMTUBHOCTD WJIM BIIMCTAa3, Kak B ciydae ¢ SNToxl m
SnTox3. B KOHeYHOM HTOre BHPYJIEHTHOCTh HM30JIATa S.
nodorum 3aBucena OT KA4YECTBEHHOTO M KOJIHYIECTBEHHOTO
cocraBa HO.

Pabora BBIOSTHEHA B paMKax roc3alaHus 1Mo TeMe
Ne AAAA-A16-116020350027-7 (2019-2021), a Takxke
¢uHaHcoBoi moanepxkke PODU B paMkax HaydyHOTO
mpoekra Ne 18-04-00978 u Ne 20-316-80047-mom-3B-a
ucrnoip3oBanueM obopynosanus PIKII “Arupmens” u
YHY “KOJNHK” B pamkax ['K Ne05.621.21.0033.
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