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BsanmoneiictByromme renbl PARGI wn EXAl
ABJIAIOTCS BAXKHBIMU PEryJIaTOPAMU AYTOMMMYHUTETA y PACTEHU
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HccnenoBaHusi BBIMIOJIHEHBI Ha PAacTEHUSIX ABOWHOTO MyTaHTa pe3yXoBUIKU (Arabidopsis
thaliana) pargl exal, XxapaKTepHM3yIOILIETOCS CMEPThIO KJIETOK IO Kpaw JIMCTOBOM IIACTUH-
KM, aKTUBallMel 9KCIPECCUU FTeHOB UMMYHHBIX pellelITOpoB, TeHOB PR-6e1K0B 1 TeHOB ru-
TepYyBCTBUTEILHOTO OTBETA, YTO SBIISICTCS MPU3HAKOM ayTOMMMYHHUTETa. B To e Bpems,
B OTJIMYME OT APYTMX MYTAHTOB C TMPOSIBJICHUEM ayTOMMMYHMTeTa, MyTaHT pargl exal ne-
MOHCTPUPOBAJ MPUOOPETEHNE KJIETKAMU JIMCTA TIIOPUNIOTEHTHOCTH 1 CIIOCOOHOCTD K pere-
HepalMKu HOBOTO Kpas JivcTa. B cBsI3u ¢ HEOOBIYHBIM (DEHOTUIIOM B JaHHOU paboTe MpoBe-
JIeH yriyOJeHHbIl aHaJIu3 TPAHCKPUIITOMA MOJIOJBIX JIMCThEB MYTaHTA U PACTEHMUI TUKOIO
ThIa. Y MyTaHTa 0OHapyXeHO MOBBIIIEHNE YPOBHS KCIIPECCUM BCEX OCHOBHBIX KOMITOHEH-
TOB MMMYHHOTO OTBeTa, BKJtodas reHbl Ca?'-mposonsmux kaHanos, HAI®H-okcunas,
TEeHOB CHHTE3a CAIMIIMIIOBOM KUCIOTHI, )KACMOHOBOM KMCJIOTH M1 MHOTHE Apyrue. [ToxydeH-
Hble JaHHBIE CBUAETEJIBLCTBYIOT O TOM, 4YTO TreHbl PARGI u EXAI, KOHTpOJUpYIOIIUE
ypoBeHb nojau(AdP-pubo3naupoBaHus) U MpoliecC HOHCEHC-OMOCPEeNOBaHHOM nerpana-
mun PHK cooTBeTCTBEHHO, SIBISIIOTCSI BaXHBIMU pETYJSITOpAaMM HMMMYHHOTO OTBETA.
WUx ¢dyHkums HeobxomuMa Jisl TMpPeNOTBpAllleHUs] 4Ype3MepHON aKTMBAallUM 3alllUTHBIX
CHCTEM B paCTCHUSIX.

KiioueBbie cioBa: aymoummyHumem pacmeHuii, mpaHcKpunmom, peyenmopsl UMMyHUmema, ca-

AUUUN068AA KUCaOomMA, KAeMOUYHASA CMepmb, Mymauuu
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CnMCcoK COKpaleHuii:

CBL — calcineurine B-like proteins (KajbLimHEB-
puH B-nmogoOHbIe OeKu);

CLM — calmodulin ( KaaIbMOIYJINH);

CML - calmoduline-like proteins (KaabMomy-
JIMH-TIOHOOHBIX OEJIKOB);

EDSI1 — enhanced disease susceptibility 1 (6emok
MOBBIIIEHHOM BOCIIPUUMYNBOCTU K OOJIE3HSIM 1);

GLR — glutamate-receptor-like proteins (6enku,
MOJOOHBIN pelenTopy riyTaMara);

GO — gene ontology (reHHAasI OHTOJIOTHS);

NLR — nucleotide binding and leucine rich-
repeat (HYKJICOTHI-CBSI3bIBAIOIINI JIEUIIMH-00raThIii
0e10K);
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PAD4 — phytoalexin deficient 4 (neduuut puro-
aJICKCUHOB 4);

PARP — poly(ADP-ribose)
(momu (A ®-pubosa)-nonnmMepasa);

PRR — pattern-recognition receptors (peLenTopbl
OIO3HABaHUS MAaTTePHA);

A®DK — akTHUBHBIE (POPMBI KUCIIOPO/A;

AT — nuknii TMII;

A9I' — nnddepeHInanbHO SKCIPECCUPYIOIINE-
CsI TEeHBI,

KK — xxacMoHOBas KMCJIOTa;

MO — UMMyHHBII OTBET;

CK — cannumnoBast KUCJIOTa;

T® — TpaHCKPUNLIMOHHBIE (PAKTOPHI.
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Beenenue

Pactenust BeipaboTanu pa3HOOOpa3HbIE 3allUT-
Hble MEXaHM3Mbl OT OMOTMYECKUX CTPECCOBBIX BO3-
nerictBuid. s pacrio3HaBaHWs MaTOreHa M 3amycka
3alIUTHOTO OTBETA PACTeHUS UCTIONb3YIOT UMMYHHbIE
pelienTopbl: MeMOpaHHbIe peuenTopbl PRR (Pattern-
Recognition Receptors) u saepHO-IUTOIIIa3MaTUYE -
CKME HYKJIEOTUA-CBI3bIBaoIIne peuentopel NLR
(Nucleotide binding and Leucine rich-Repeat). Pe-
mentopsl PRR pacno3HaloT KOHCEpBaTUBHBIE MOJIE-
KyJISIpHbIE TIaTTEPHbI MATOTEHOB U IMOBPEXIESHHBIX
pPacTUTENIbHBIX KJIETOK, WHMLUUUPYS OBICTPBI He-
crenuUIecKuii 3alUTHBIN OTBeT [1, 2]. BHyTpuKite-
TouHble peuentopbl NLR pacno3HaioT pacocnenu-
(brueckue 3¢hGeKTopsl MaTOTeHOB U aKTUBUPYIOTCS
nosxe, yeM PRR-peuenTopsl [3]. CocTaBHOI1 yacThio
crenupudeckoro uMMyHHoro otseta (MO), BbI3BaH-
Horo aktuBanuer NLR, sBisieTcs KiieTouHasi CMepTh
B 00JIaCTU MOpaXXeHHUs, KOTopasi OrpaHUYMBaAET pac-
MPOCTpaHEHUE W BBI3bIBAET T'MOENb IMaTroreHa. OTOT
JIOKAJIM30BaHHBIM  «TMIEPUYYBCTBUTEIbHBIM  OTBET»
00ecrneyrBaeT MOJHYI0 YCTOWYMBOCTh K ONpEAEsIeH-
HBIM pacaM ITaToreHoB [4, 5].

HecMmoTpst Ha pa3inuusi BO BpeMEeHU MPOSIBICHUSI
n cuie MO, KoTophlii 3amyckaeTcsl pelenTopamu
PRR u NLR, HauanbHbie 3Tanbl MO oueHb TTOXOXKU.
[Tocne cBS3BIBAHWSI PELENTOPOB C JIMTAHIAMU Ha-
OmMogaeTcsl yBEIWYEHWE B IIATOIUIA3M€ KOHIIEHTpA-
nuu Ca?t u akTuBHBEIX (opM Kucinopona (ADK). Dtu
IBA OBICTPBIX OTBETa OOYCJIOBJIEHBI AaKTWUBAILIUEN
oenkoB Ca?'-nponuuaeMbix kaHanos u HAJIPH-
OKCHMIa3 COOTBETCTBEHHO, JIOKAJIW30BAHHBIX Ha
BHEITHe MeMOpaHe KieTKH [6]. K KaHOHMYeCKUM
Ca?"-xananam otHocsitca CNGC — KaHaJIbl, aKTUBU -
pyeMmble LUKIUnYeckKuMU HykiaeoTuaamu, GLR — no-
HOTPOITHBIE TJIyTaMaTHBIC peLenTophl, KaHaibl ANN,
o0pa3oBaHHBIC aHHeKcMHaMHM, KaHalisl MLO u Heko-
Tophle Apyrue [7, 8]. bricTpoe, HO BpeMEHHOE OTKPHI-
e KaHoHnYecknx Ca?*-npoHMIaeMbIX KaHAJIOB Ha-
OmogaeTcsl MPaKTUYECKW Cpa3y TOCie aKTUBALMU
peuentopoB PRR.

Hekanonnueckue Ca?*-kaHambl 06ecrednBaioT
BTOPYIO BOJHY noctyrieHus Ca2t B kietkn. D1 Ka-
HaJbl CO3[AIOTCSI TYTEM OJIMTOMEPU3AllMA CaMUX
NLR-peuentopoB. 3to mnokazaHo misi NLR-pe-
nentopa ZARI1 pe3yXxoBUIKU, KOTOpBI 00pasyer
TeHTaMep, TTIPOHU3BIBAIONINIT MeMOpaHy [9], a Takke
1151 NLR-6enkoB pesyxoBunku NRG1 u ADRI no-
cJie ToJlydeHUs UMM MH(bOPMAILIMU OT IAPYTUX pelier-
topoB NLR [10]. Pesynbratom moctyruienus Ca?*
B KJIETKY SIBJISIETCSI aKTHUBAaIs OEJIKOB — CEHCOPOB
Ca?*: KaJbMOLYJIMHOB M KaJbMOLYJIMH-TIOJOOHBIX
0eJIKOB, KaiblUUHEeBpUH B-momooHbix 6enkoB (CBL,
calcineurine B-like proteins) u npoTenHKWHA3, B3au-
Mozeiictytomux ¢ CBL [11]. Cencopsl Ca crioco6-
Hbl aKTMBMpPOBATh HeKoTopble Genku Ca’'-xaHanos,
PRR- u NLR-penentopsl, TpaHCKpUIILIMOHHBIE (DaK-
Topsl (TD) u pepMeHTH (HaIpUMep, HEKOTOPBIE Me-

Takacmasbl), a Takxke Apyrue OeaKu, 4TO MPUBOIUT
K YCWJICHUIO U AanbHeimeMy pazsutuio MO [12, 13].

Ca?*-cBs3pIBalonye JOMEHbI HaliIeHbl U y GeKa
RBOHD, koTopblii sIBsIeTCSI OCHOBHOM CyOBEAUHU-
neit komrurekca HAJIDH-okcumasbl, TpoayLypyro-
mero ADK [14]. O6pazyromuecs ADK Takke Moryr
BJIMSITh Ha COCTOSIHME MHOTHUX PEIOKC-UyBCTBUTENb-
HbIX OEJIKOB: HEKOTOPBIX IMCTEMH-00raThIX pelern-
topHbIx KuHa3 CRK [15], npoTenHKHHA3, mepeaaro-
mux wHopManuio o mogsiecHn AD®K Ha apyrue
6enku-muinenu [16], Td ¢ pegokc-3aBUCUMONR aK-
TUBHOCTBIO [17, 18] m mp. ADK MoryT BIHSTH Ha BXOII
Ca?* B LMTO30J1b, AKTUBUPYA aHHEKCHUHEI [19]. AKTH-
Baumsa 1Byx 6bicTpeix MO (moctyrenne Ca™ u o6pa-
3oBanne ADK), KkoTopass moamepKnBaeTCsT MeXaH!3-
MOM TIO3UTHBHOM OOpaTHOl CBSI3U, MPUBOIUT
K CYLIECTBEHHOMY MeperporpaMMUPOBAHUIO TEHHOM
BKCIpPEeCCUU, HEOOXOAMMOM NJIT YHUUTOXEHMUS MMaTo-
reHoB [6].

Camuumnonas kuciora (CK) u 6enku ceMmelicTBa
EDS1 (Enhanced Disease Susceptibility 1) — 1eH-
TpajdbHble KoMmInoHeHTbl MO, skcnpeccusi KOTOPbIX
3aBUCHUT OoT comepxanua Ca?' B umrosone. Benku-
ceHcopbl Ca" akTMBMPYIOT KaJbMOLY/JIMH-CBSA3bIBA-
ot T® CBP60g, kotopsrit BMecte ¢ T® SARDI1
MOBBIIIAET TPAHCKPUIILIMIO KaK reHoB cuHTe3a CK,
tak 1 reHoB ceMeiictBa EDS1 [20]. CurHayibHbIE TYyTH
CK u 6enkoB cemeiictBa EDS1 neiicTByoT mapaii-
JIEIbHO M BBIMOJIHSIIOT POJIb CUTHAJIBHBIX MTPOMEXY-
TOYHBIX KOMIIOHEHTOB MEXY PacllO3HaBaHUEM I1aTO-
TEHOB U OCYIIECTBJIEHMEM KaK HecrneluudUuueckoro,
TakK u crietuguueckoro MO.

Heb6omabioe cemeiictBo EDS1-n1umna3ononodHbIx
0eJIKOB, crneuuUYHBbIX ISl pacTeHUi, KOAUpPYeTCs
reHamu EDSI, PAD4, SAGI0I, xoropblie oOpasyloT
koMmruiekcel EDS1—PAD4 u EDS1— SAGI101. ben-
KoBelii Komiuiekc EDS1—PAD4, B3auMoneiicTBys
¢ T®, MoxeT MOBBIIIATH TPAHCKPUIIINIO TeHOB /CS]
u PBS3, xourpomupytommx ouocunre3 CK [21, 22],
YTO aKTUBUpYeT curHajabHbil myTh CK. OnHako 6en-
ku cemeiictBa EDS1 MoryT neiicTBoBaTh HE3aBUCUMO
ot nytu CK. T'erepomumepst EDSI-SAGI101 wnm
EDS1-PAD4 mMoryT akTuBUpOBaTh 0Opa3oBaHUE OJIU-
romepHbIx KoMruiekcoB Oenkamu NLR (NRG1 unu
ADRI cooTBEeTCTBEHHO), KOTOpbIE, B3aMMOACHCTBYSI
¢ MeMOpaHaMmu, oOpa3ylOT HOBbIe HEKaHOHWYECKUE
Ca?" xanansr [23].

[Tyt CK B3aumoneiicTByeT He Tonbko ¢ Ca2t-cur-
HamHTOM, HO M ¢ ADK-curHambHBEIM myTeM. CHr-
HanmbHBIM TyTh CK aktmBupyeT HakoruteHne ADK,
BIUAS Ha TpaHcKpummio TeHoB RBOH HAI®H-
okcuaas. Kpome toro, CK Moxer MHAyLHMpOBaTh Ha-
xornenue H,O,, mogaemnsist aKCpeccuio KaTtanas ! Ie-
pokcuna3 [24]. CurHanbHblii nyTh CK akTuBHMpyeT
TPAHCKPUIILIUIO 1IEJIOTO Psiia TEHOB, CIeUU(PUIECKUX
WMEHHO IS 3TOro ropmoHa: reHoB Td cemelicTB
WRKY, ZIP, NAC, renoB peuentopoB NLR u PRR,
reHoB PRI, PR2 nu PR5, XooupyroIINX IaToreHe3-ac-
couuupoBaHHble Oenaku [25]. CK cuuTaeTcsi BaxKHbBIM
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KOMITOHEHTOM, WHULIMUPYIOIIUM KJIETOYHYIO CMEPTb,
XOTSI TOYHbIE MEXaHU3MbI 3TOTO BJIMSIHUSI TTOKA HE BbI-
sicHeHHI [26]. HeoTbeMIeMbIM KOMIIOHEHTOM KITETOY-
HOI CMEpTH SBJSIIOTCS TMPOTEa3bl — MeTaKacllasbl,
(epMEHTHI BaKyOJSIPHOTO MPOLIECCMHTa U LUCTEUHO-
Bble TipoTeasbl [27]. HekoTopeie mpoTeasbl MHIYLIUPY-
rotcst CK [28].

JpyruM BaXHEHIIMM 3allIMTHBIM TOPMOHOM SIB-
nsietcs kacMoHoBasi kuciora (XKK). B ornuume ot
CK, zamuiaroieit pacreHus ot 6uorpodon, KK He-
obxonuMa IJisl 3alllUThl OT HEKPOTPO(dOB U HACEKO-
MbIX. Mexny curHanbHbiMu yTsiMu 2KK u CK cyiiie-
CTBYIOT  CJIOXHBIE, YacTO AaHTarOHUCTUYECKMUE,
B3aMMOOTHOILLIEHUSI, YTO TO3BOJISIET BLIOUpATh OINTU-
MaJIbHYIO JIMHMIO 3a1IuThl [29]. Cpeny MullieHei ecTh
IpYNIbl TeHOB, crneluuduuHbie umeHHo 11 KK:
TEHBbl OTBETA HA TIOPAHEHWE, TEHBI BTOPUYHOTO METa-
OosiM3Ma, BKJIIOYash MeTabOJU3M TJIFOKO3WMHOJIATOB
¥ (bJIAaBOHOMIOB U TIp. [25].

Cpenu mumeHeit KK 1 CK ecth reHBI, KOTOpEIE
aKTUBUPYIOTCSI 00OOMMM TOPMOHAMU WJIW PETyIUpY-
IOTCSI UMM TPOTUBOIIOJIOXHBIM OoOpa3zoMm. Tak, ypo-
BEHb TPAHCKPUTILIMA MHOTHUX TeHOB perienTopoB NLR
u PRR nosbimancst npu Bosneiicteun CK, HO cHU-
xajcs npu neiicteum KK [25]. To ke nokazaHo st
reHoB PAD4, EDSI, SAGI0I, ICSI, CBP60G
u SARD 1, KoTopble BaxKHbI JIJI1 HAKOILJIEHUSI BBICOKO-
ro yposHst CK [30, 25]. Takum obpazom, 2KK mMoxer
ocnabnsate MO, unayumupoBanubiii CK, mytem uHru-
oupoBaHusi HakorieHus1 CK M mogaBineHusi reHoB-
muineHeit CK. OnHako CUTHAJIbHBIE TTYTU MOTYT Jek-
CTBOBAaTh ¥ COBMeCTHO [31].

[Mponykumst A®K, 3alUTHBIX OEJIKOB, Iiepe-
cTpoiika MeTaboju3Ma U KJIETOUYHasi CMEPTb MPUBO-
ISIT K MPEKpaIlleHUI0 pOCTa W PA3BUTUS PACTECHUM.
[ToaToMy, Hapsimy ¢ reHaMW, aKTUBUPYIOIIUMM 3a-
IIUTHYIO PEaKIAIO0 Ha CTPECCOBBIC BO3NCHCTBUS, CY-
LIECTBYIOT HeraTuBHbIe peryastopsl MO, nmoanepxu-
BalolllMe OajJaHC MEXIy pa3BUTHEM U 3allMTHBIM
otBeToM [32]. MyTaliui B HEraTMBHBIX PEryjsiTopax
MO, xak U MyTaluuu, BbI3bIBAIOIIME 3KTOMUYECKYIO
9KCIPECCUI0 MO3UTUBHBIX peryasitopoB MO, npuBo-
JIAT K ayTOUMMyHUTeTy. 711 ayTOMMMYHHBIX MyTaH-
ToB XapaktepHbl HakoruieHne CK n A®K, a takxke
peaklu TUIIEPYYBCTBUTEIBHOCTU B OTCYTCTBWE Ma-
TOTE€HOB, CYIIIECTBEHHOE YTHETEHHWE POCTa U TaXe Jie-
TanbHOCTh |32, 33].

B KosulekuMu MyTaHTOB Pe3yXOBMIKHW Kadempbl
reHetTnku MI'Y ecTb MyTaHT fae, y KOTOpPOro oOHapy-
JK€Hbl TIPU3HAKW TIPOSIBJIEHUSI ayTOMMMYHUTETa —
CMEPTh KJIETOK JIMCTA, aKTUBAIIASI TPAHCKPUIIILIAM Te-
HOB WMMYHHBIX pEIENnTopoB, TeHOB PR-06enkoB
U TE€HOB T'UIIEPUYBCTBUTENBHOTO oTBeTa [34]. Bmecrte
¢ TeM, (peHOTUIT MyTaHTa OTJAWYAETCS OT (PEHOTUIIOB
paHee ONMMCAaHHBIX ayTOMMMYHHBIX MyTaHTOB. Y Halle-
ro MyTaHTa OoJiee y3Kue JIMCTbsl, YeM y NMKOIO THUIa
(AT). Ha nmo3gHuX cTagusx pa3BUTHSI JIUCTa KIIETKU
PEAKTUBUPYIOT 3KCIIPECCUIO TEHOB ILTIOPUIIOTEHTHO-
CTH, 00pPa3yIoT ITIOYKH U JionacTu [35], 4To HUKOrAa He

HabJ1I01aJI0Ch y APYTUX ayTOUMMYHHBIX MyTaHTOB. ['e-
HEeTHUYeCKoe KapTUpOBaHUE C UCIOJb30BAaHUEM CEKBE-
HUPOBAaHUS ITOKa3a/Io, YTO (PEeHOTHUIT OOYCIIOBJICH O-
HOBPEMEHHBIM TIPUCYTCTBUEM MABYX MyTauuii pargl
U exal B TOMO3UTOTHOM COCTOSTHUM.

I'en PARGI  xopupyeT  TJIMKOTUApPOJIa3y
o (A ®-pnbo3sl), KOoTOpass CHHTE3UpyeTcs Oen-
kamu PARP  (momu(AJl®-pubo3za)-noanmepasa,
poly(ADP-ribose) polymerase). Bbicokuii ypoBeHb
o (A ®-pubo3sl) pacTeHUE MOXET paclo3HaTh
Kak curHam crpecca [36—39]. CHmxXas ypoBeHb
o (A ®-pubo3sr), reH PARGI yMeHbIIaeT CTpec-
COBBII CUTHAJI U CITOCOOCTBYET BIXKMBAHUIO KJIETOK B
YCJIOBMSIX TeHOTOKcHUUYecKoro crpecca [39]. I'en EXAI
yyacTBYeT B HOHCEHC-OITOCPEIOBAaHHOM pacraje
MPHK [40], orpanunuuBaet TpaHcasuuio MPHK um-
MYHHBIX PELeNTOPOB, B3aMMOAEUCTBYSI ¢ (haKTOpOM
elFAE uHuumMauuum TpaHCISILMU, TIOAABISIET KJIETOY-
HYIO CMepTb IpU atake naroreHos [40, 41].

Ilenapto JaHHOI pa®OTHI ObLI AeTaJbHBIA aHAINU3
9KCIIPECCUU OCHOBHBIX KOMIIOHeHTOB MO mns
MOATBEPXIEHUSI  TPOSIBIEHUS]  ayTOUMMMYHUTETa
y JBOMHOro MyTaHTa. MBI OCYIIECTBUJIM MOUCK
B TPaHCKPUMTOME IOMOJHUTENbHBIX TPYII TEHOB,
KOAUPYIOIIMX HMMMYHHBIE PELEeNTOphbl, F€HOB, yda-
crByromux B Ca?"-curnanunre u nponykuun ADK,
reHoB, KoHTpoaupytolux cuHTe3 CK 1 oTBeT Ha
9TOT CTPECCOBBINA TOPMOH, a TaAKXXe HEKOTOPBIX IpY-
TUX TPYII TeHOB, UTpalolIUX BaxHyw poab B UO.
Hamu wuccienoBaHusi MNOATBEPAMJIM, 4YTO MYTaHT
MPOSIBJISIET MOILIHBIA ayTOUMMYHMTET, YTO MO3BOJISIET
yTBepXnarh, uto TeHbl PARGI wn EXAI sBnsitorcs
BaXKHBIMU HeraTUBHbIMU peryasitopamu NO.

Marepuanbl 1 METOIbI

Mcnonb3oBaHbl gaHHbIE cekBeHUpoBaHus PHK,
BBIZCJICHHON W3 MOJIOABIX JUCThEB PACTEHUI pe3yXo-
Bunku (Arabidopsis thaliana) myTtaHTa tae U SKOTHUIIA
Blanes (ymuums K-6, vicxomHast 111 TIOJTy9eHUST MyTaH-
Ta) U3 KoJIeKIMM Kadenpsl reHeTuku MI'Y. O mero-
nax BeigeneHuss PHK (mo yeTbipe GMolorMuecKux Imo-
BTOpHOCTH 17151 MyTaHTa U [T), ceKBeHMpoBaHUS Ha
mwiatrpopMe Illumina NextSeq (Illumina, CIIIA)
1 cOOpKe TpaHCKpUIITOMa MbI cooblanu paHee [34].
HaGopsl gaHHBIX, CO3MaHHbIE B XOIe MCCIeI0BaHUS
U UCIIOJIb30BaHHbIE B TaHHOM paboTe, 1eMOHUPOBAHbI
B NCBI SRA wu pocrtynHbl uepe3 BioProject
(https://www.ncbi.nlm.nih.gov/sra/PRINA926955).

AHnanu3 nuddepeHINaTBHON KCIPECCUU MPOBO-
nui ¢ moMolblo akera DESeq2. I'ensl ¢ 6ojiee yem
JIBYKpaTHBIM u3MeHeHueM skcrpeccun Log2 FC (FC —
fold change, oTpaxaeT KpaTHOCTb U3MEHEHUS COIep-
xkaHusgs PHK B pacteHuMsx MyTaHTa MO CpaBHEHUIO
C IUKWM TUIIOM) 1 p-3Ha4Y€HUEM C IornpaBkoii Ha FDR
(Padj) menee 0,05 (Benjamini and Hochberg’s meTom)
ObUIM ompenesieHbl Kak nuddepeHIanbHO dKCIpec-
cupymonuecs (JI9T'). Criucok BT, conepxaruii 3551
TeH, WCIIOJb30BaH B JaHHOI paboTe ISl aHalu3a
(YHKIIMOHAJILHOTO O0OTrallleHUsI ¢ MCIOJIb30BaHUEM
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ouounHpopmalmoHHoro pecypca AgriGO v2.0 (http://
systemsbiology.cau.edu.cn/agriGOv2/), KOTopbIii CO3-
JaH CIIEHMAbHO IS YINTYOJIEHHOTO aHajn3a TpaHC-
KPUIITOMOB pacTeHuii [42].

Jns BU3yalM3allid Pe3yIbTaTOB MCCIeTOBAHUI
WCIIOJIb30BAaHBI  BO3MOXHOCTH  pecypca  SRplot
(https://www.bioinformatics.com.cn/) u BioRender
(https://app.biorender.com/illustrations/).

Pe3yabTaTnl

Anaaus 2eno6 umMMmyHHbIX peuenmopos. PaHee Mbl
coo011aIu 00 aKTUBALMKM y MyTaHTa 92 reHOB peller-
TOPHBIX OEJIKOB, CpeAu KOTOPBIX KaK IeHbl MEMOpaH-
HbeIXx PRR-penentopoB (20 reHoB 1LIUCTEMHOBBIX pe-
nenTop-mogo6Helx kuHa3 CLK u 16 reHoB
petenTop-moao6HeIX 6enkoB RLP), Tak n 56 reHoB
pa3Hoo6Opa3HbIx peuenTopoB NLR [34]. [deTanbHbIi
aHaJIu3 TPaHCKPUITOMA, IPOBEICHHbIN B JAaHHOI pa-
0oTe, TO3BOJIMJ IOMOJHUTh CIIMCOK MMMYHHBIX pe-
nentopoB PRR, TpaHckpuniusi KOTOpbIX MOBbBILIEHA
y MyTaHTa (puc. 1; Taba. 1 mpunoxeHust). Dto 25 re-
HOB PEULENTOPHBIX KWHA3 C JIEKTUHOBBIM JOMEHOM
(LecRK), KoTopble pacrio3HaroT pasjM4yHbIC YIJIEBO-
Jbl ¥ YYaCTBYIOT B 3allIUTE OT OMOTUYECKUX U AOMOTU -
yeckux ctpeccoB [43, 44], 10 reHOB IpOTEeMHKMHA3
(4 rena WAK 1 6 renoB WAKL), KOHTpOJIUPYIOIINX
pacTsKeHMe KJIETOK UM OTBET Ha CTPEeCCOBBIC BO3ECii-
cTBUA [45, 46], a TakKKe JBa reHa peLienTopoB (GUTO-
nutoknHoB PEPR1 1 PEPR2, koTophle aKTUBUPYIOT-
¢Sl HEOOJNBIIMMM  TENTUIAMM  PACTUTEJIbHOTO
MPOUCXOXIEHUSsI, TIOSIBJSIOLIMMUCS B KJIETKaX Tocje
UX IoBpexXaeHus [47].

BhISIBICHO TakKe HECKOJIbKO aKTUBUPOBAHHBIX
TreHOB, KOIUPYIOUIUX MAaJouCCAeAOBAaHHbBIE TPYIMIIbI
RLK-penienTopoB: Tpu TeHa MPOJMH-00raThIX pelen-
TopHbIX KnHa3 PERK, nBa reHa pelienTopHBIX KMHA3
¢ aByMsl BHekJIeTouHbiMU goMeHamu (LRR u MAL),
KOTOPbIE aKTUBUPYIOTCS OJIUTOCAXapUIaMu U paccMa-
TPUBAIOTCS KaK CEHCOPBI LIEJIOCTHOCTU KJIETOYHBIX

ZOTCR: T *
16/LRP

o
25lLecRip i

3TLYK

cTeHoK [48, 49], u Tpu rena LYK, xogupyoolue pe-
LENTOP-NOA00HbIE KWHA3bl C JU3WUHOBBIMU MOTHBA-
mu LysM, Kotopsle pactio3HaioT xuTuH [50]. O6Hapy-
>KeHbl Takxke nBa reHa CCR, Konupyolne pelenTopbl
¢ moropamMu CRINKLY4, 1 onuH reH mjis MaJaeKTH-
HOBBIX peliennTopoB MLR, nurannbl s KOTOPBIX e111e
He HaitneHsl [51, 52]. Cpenu reHOB, TPaHCKPUIILIMS
KOTOPBIX y MyTaHTa CHUXeHa 1o cpaBHeHuto ¢ T,
BBISIBJIEHO TOJBKO TpU TeHa WUMMYHHBIX PRR-
JIEKTUHOBBIX perentopoB LecRK.

Anaauz 2enoe Ca’*-nposodawux xkanaioe u 2enoe,
Kxodupyrowux cencopot Ca’*. TTOCKONBbKY KaJlbLIMEBBIA
CUTHAJIVHT SIBJISIETCS TEPBBIM OBICTPHIM OTBETOM Ha
aKTHUBALIMIO PELENTOPOB, Mbl MCCIEAOBaI Haludue
reHoB Ca?"-xananos cpenu JDI. HaubGonee mpen-
cTaBJeHHbIMU TpaHcniopTepamu Ca?" okasamuch pe-
menropel Tiayramata GLR (glutamate-receptor-like
proteins), KOTOpble CUUTAIOT OCHOBHBIMM PETYJISITO-
paMu OajaHca MEXIy 3alllMTHBIM OTBETOM U IpOLIeC-
camu pereHepanuu [53]. B nucThsix myTaHTa 8 TeHOB
GLR noBpIIIaloT ypoBeHb TpaHCKpUITIUKM (puc. 2A).
OOHapyXeHO TMOBBIIIEHUE YPOBHSI TPaAHCKPUIILIUU
nstu reHoB MLO, koaupylomux crneuuduyHbe 115
pacteHuii 6enaku Ca2t-npoBodsiux KaHalIoB C ce-
MbIO TpaHCMeMOpaHHBIMU foMeHamu [54].

Cpeny akTUBUMpPOBaHHbBIX Yy MyTaHTa JIDI" oOHapy-
KeHbl Takxke TeHbl Ca?'-KaHaoB, TOMOJIOTY KOTOPBIX
BBITIOJIHSIOT TY Xe (DYHKIMIO Y XKMBOTHBIX. DTO Tpu
reHa, komupylomue Ca?™-xanansi CNGC-kiacca,
a Tak>ke OfMH Ir'eH aHHeKCUHOB ANN I, aKcnpeccust Ko-
toporo perynupyercst CK [55]. ObHapy:keHa TakKe aK-
tuBauus naty reHoB ACA CaZ'-npoBonsiyx KaHaIoB
(ot Autoinhibited Ca?"-ATPases) u nByx reHoB CAX
(Ca?* exchangers), KOOUpYIOLIMX GEJIKM KaHAJIOB, JIO-
KaJM30BaHHBIX Ha MeMOpaHax BaKyojeil U CIoco0-
CTBYIOILMX CHIXeHMIO comgepxanus Ca?" B nurosone
IUTS TIOIIE p>KaHMS TOMeocTa3a ero ypoBHH [56]. Cpenn
penpeccupoBaHHbIX TeHoB Ca?'-mpoBomsiimx KaHa-
JIOB HaliJieH Juiiib onuH reH MLO13 (puc. 2A).

ZTLRR-MAL

1TMLR ZTCCR
"

ZTPEPR
3IPERK

Puc. 1. UmmyHHBIE MeMOpaHHBIe perienTopel PRR, skcripeccus koTophix moBbIieHa y MyTaHTa pargl exal. CxeMaTU4ecKu MOKa3aHbI
pa3HbIe TUIIBI PELIENTOPOB M YUCJIO KOAMPYIOUIMX UX T€HOB, KOTOPbIC MOBBIIAIOT (1) MU MOHMXKAIOT (1) CBOIO OKCIPECCUIO Y MyTaHTa
pargl exal. T'pyniibl reHOB, BbIsIBIEHHbIE HaMU paHee [34], oTMeueHbl 3Be3104K0il (*). CrMCOK BBISIBJICHHBIX B JaHHOI paboTe peLenTo-
poB PRR u uamenenus yposHs nx skcrnpeccuu (log2FC) mpencrasieHs! B TabJ1. 1 mpuiioxXeHusI.
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Y MyTaHTa TMOBBIIIAETCS TakXKe TPAHCKPUIILIMS
reHOB HEKAaHOHMYECKMX KaHatoB Ca2t. DTo reHsl, Ko-
mupytone peuentophl NLR-kmacca CC-NB-LRR,
KOTOpbIE CITOCOOHBI OJIMTOMEPU30BaTLCSI U 00Pa30BBI-
patb Ca?*-nposomamue nopsl [57]. O MOBBILIEHHOI
aKcrpeccun Takux reHoB ZARI, ADRI n NRGIB
(AT5G66910) Ml coobmanu paHee [34]. IloBbieH-
HbIii ypoBeHb (log2FC = 6,04, Padj = 0,00084) tpaHC-
kpunuuu TeHa NRGIC (AT5G66890) BouIsIBIeH
B JaHHOH pabore. Pesymbratom mnocrymienus Ca?t
B KJIETKY SIBJISIETCSI aKTUBALUSl OETKOBBIX MOJEKYJ —
CEHCOPOB YPOBHSI KaJblIUsI, CPeAu KOTOPBIX TEHbI
CLM xanbmonynuHa u CML KanbMOAyJIWH-MOI00-
HeIX ©OenkoB (11 TeHOB), TeHbl KalbLIMHEBPUH
B-momo6HbIX 0enkoB CBL m mpoTemHKMHA3bI, B3au-
moneiictBytomue ¢ CBL (10 renoB). Cpenn penpeccu-
POBaHHBIX T€HOB HaM YyJajJoChb HAWTU JIMILb OAWH
reH — CIPK13 (puc. 2A).

Anaauz 2enos, ceéasanuvix c¢ oopazoeanuem ADK.
Cpenu aktuBupoBaHHBIX [IBI y MyTaHTa HaiieHbI
nBa reHa RBOHD v RBOHB HAJ®H-okcunas, cro-
cobHbIx obpaszoBeiBath ADPK. O mpomykumu ADPK
B KJIETKaX MyTaHTa CBUIETEIbCTBYET TaKXKe TMOBbBIILIE-
Hue TpaHckpunuuu 18 reHoB nepokcunas, 20 reHoB
[JIyTaTMOHIIEPOKCHUIA3, OAHOTO reHa Kartajasbl CAT3
U TPeX FeHOB TepMUH-TTOA00HBIX OekoB GLP, koTo-
pble MOTYT OCYILIECTBJSATh (DYHKUMU CYIEePOKCUI-
nucmyTas [58], 1 HEKOTOpbIX ApYyrux (Tabj. 2 mpuiio-
XKeHUs1). Y  MyTaHTa TMOBBIIIEHA JKCIPECcCUsi
PeIOKC-YyBCTBUTENbHOTO TeHa OXI1, TpaHCKpUMLIMS
koroporo peryaupyerca H,0, [16]. I'en OXI1 xonu-
pyeT CEepUH-TPEOHUHOBYIO MPOTEMHKUHA3Y, KOTOpasi
akTUBUpYeT psig MAP-kK1Ha3 1 onocpenoBaHHO BIM-
seT Ha TpaHckpumnuuio reHoB RBOHD w RBOHF
HAJ®H-okcumas, rena ICSI cunrteza CK, reHa
PAD3 cunte3a kamanekcuHa U reHa FMOI cuHTte3a
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Puc. 2. 13T, BoBeUeHHEIE B CUTHAIBHBIN MyTh Ca2™-curHanuura (A) u canuimnoBoit kucaoTsl (B). Paziuuus B ypoBHe 3KCIpeccuy re-
HoB y JIT u MyTaHTa mpeacTaB/ieHbl B BUIE TETUIOBOI KapThl, TOCTPOCHHOM Ha OCHOBE pacueTa BeJIMYUH Z-score (110 YeThIpe TOBTOPHO-
CTH JJIS1 KaXI0T0 TeHOTHIIA) C UCMOJIb3oBaHueM pecypca SRplo. CripaBa Ha puc. A CTpeJIKOil OTMEUEHBI ABa IeHa, CHIKAIOIIKME SKCIIPEeC-

CHIO y MyTaHTa.
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MUIEeKOoJeBOi KUCIO0THI [59]. TpaHCKpUIIIIUS BCex Ie-
pEUYMCIEHHBbIX T€HOB, MTPAaIOIUX BaXHEHIIYIO POJIb
B 3alllMTe OT MAaTOT€HOB, TAKXKEe MOBBIIIIEHA Y MyTaHTa.

Anaauz 2eno6, KOHMPOAUPYIOWUX CUCHAAbHBIE RYMU
CK u EDS. Cpenu JIDT" MHOTME T€HbI aCCOLIMUPOBAHbI
c orBeToM Ha CK. Ilo pe3ynabTaTam aHajau3a ¢ UCIOJIb-
30BaHueM pecypca AgriGO y MyTaHTa ITOBBIIIIEHA 3KC-
npeccust 67 redHoB kateropuu GO0:0009751 (otBer Ha
CK). AHanu3 TpaHCKpUNTOMa MyTaHTa OOHApyXKWJ
MOBBIIIEHUE SKCITPECCUU KITIOUEBbIX T€HOB, aKTUBUPY-
IOIIMX TpaHCKpuMuMio TeHoB cuHTe3a CK. 3910
Ca2*-perymupyemslit ren CBP60g v ren SARDI, xoto-
pble OCYILIECTBJISIIOT COBMECTHYIO PETYJSILMI0 TEHOB
cunte3za CK [20]. ¥ mMyTaHTa moBbIllieHa TakXkKe 2KC-
npeccust reHa T® NAC3, KOTophIil aKTUBUPYET TPaHC-
kpurniuto reHa /CS1 U30X0puU3MaTCUHTa3bl — KJTIOUe-
Boro (pepmeHTa OuocuHTe3a CK, kartanusupyioliero
MpeBpallleHue Xopu3Mara B U30XOpHU3MaT B IIJIaCTUIAX.
Y MyTaHTa MOBbIlIEHA TPAHCKPUIILIMS ellle ABYX KJTIO-
yeBbIX TeHOB OmnocuHTte3a CK: rena EDSS, xonupyro-
mero TpaHcHopTHEI Oenok MATE, HeobxomuMBbIil
JUISL TPAHCIIOPTUPOBKM M30XOpU3MaTa B LIMTO30JIb,
a Takke reHa PBS3, mpeBpalaloiiero M3oxopusMar
B CK [60]. IToBrIieHa skcnpeccust reHa ALD 1 aMmuHO-
TpaHchepasbl, TPAHCKPUIILIUSI KOTOPOTO aKTUBUPYETCSI
T® CBP60g 1 SARD1. DTOT reH Takske BaskeH IS Ha-
KOITJIEHUS B KJIeTKax Bhicokoro ypoBHst CK [61].

06 axkTuBaluy curHajgbHoro mytTu CK y myTaHTa
CBUJETEJIbCTBYET TaKXXe TIOBBIIIEHUE OSKCIPECCUU
mHorux reHoB otBeta Ha CK. Cpenu HUX — TeHbI
PRR-peuentopoB (WAK, WAKL, RLK-peuentopsr)
u peuentopoB NLR (renst SNC u RPWS). TloBbiiiia-
eTcs 3Kcrpeccusi psga reHoB Td cemeiicte MYB,
WRKY, AP2/ERF u NAC (puc. 2b). O6HapyxeHa
akTUBaLMs reHa RGL3, KOTOpblli KOAMPYET HEraTUB-
HbII peryasitop rudodepemnuHoBoro nytu ¢ DELLA-
JOMEHOM. DTOT T'eH U3BECTEH KaK MUIIEHb CUTHAJIb-
Horo nyti KK M kak akTuBaTOop 3TOro mytu [62].
Cpenu MmuteHeit CK Mbl 0OHapyXWUJIK elle OIHY U3-
BecTHy10 MulieHb CK — aktuBupoBaHHbIN reH RDR1
PHK-3aBucumoii PHK-monmmepassl, ydyacTByIOLIEH
B ITOCTTPAHCKPHUITITMOHHOM 3aMOJIKAaHWUU TeHOB [63].

Cpenu reHoB, peryaupyembix CK, ectb Bce nipen-
craputenu EDS1-ceMeiicTBa, KOTOopble paboOTalOT KakK
HeszaBucuMo oT nytu CK, Tak U BMecTe ¢ HUM. DTO
reHsl EDSI, PAD4 n SAGI01 (puc. 2b), xotopbie
MOAAEePKUBAIOT BhICOKUM ypoBeHb CK 1 akTUBUpPYIOT
obpazoBaHue HekKaHOHMYeckux Ca’™-mop, BTOpylo
BOJIHY «KaJIbIIUEBOI BCIIBIIIKK» U CMEPTh KJIETOK.
B To e Bpems B crucke reHoB, peryaupyembix CK,
Mbl OOHAPYXXUJIM HETaTUBHBIN PETYJISITOP KJIETOYHOM
cMepTu — reH LSDI — ¢ MoBbILLIEHHON 3KCIpeccueit
(puc. 2B). BbimonHssT MOJEKYJISIpHYIO (DYHKIIMIO
TPAHCKPUIILIMOHHOTO PETyJisiTopa U KapKacHOro 0e-
ka, LSD1 cHuxaer comepxkanue CK u mopasnsieT
KJIeTouHylo cMmepTh [64]. Cpeaun wmwumeneiin CK
B TPaHCKPUNTOME MyTaHTa OOHAPYKEH ellle OJUH He-
ratuBHbIi peryiasTop MO. Bt1o ren EDRI, Koaupyio-
muit Raf-momo6Hyto nmporennkunazsy MAPKKK, ko-

TOpast MOXeT B3aumopaelicTBoBaTh ¢ Oeiakamu EDSI,
MNpensaTcTBysd (popMUPOBaHUI0 MMU (DYHKIIMOHAIb-
HBIX KOMIJIEKCOB [65].

HNurepecHo, uto CK akTtuBHpoOBajia TakKe JBa
rera rumpona3 DLO/S3H u DMR6, KoTtopble MOTyT
npespaiath CK B 2,3-1UruapokKcubeH30MHYI0 KHC-
noty (puc. 2B) [66, 67].

Cpenu reHoB, peryaupyeMmbix CK, ectb rensr PR-
0eJIKOB: TeH XuTuHa3bl PR/ (T1aBHBI MapKep aKTu-
Bauuu curHajgbHoro nytu CK) u ero romonor PRBI,
a Takxe reH K711, konupyloluii ”HTUOUTOP TPUTICH -
Ha (puc. 2Bb). Panee MBI coo0IIaNM U O MOBBIIICHUN
TpaHCKpUIUMU psifia npyrux PR-renos [34].

Anaauz 2enoeé Kaemounol cmepmu (aKmueuposan-
notx CK u dpyeux). Muilienbto curHanbHoro nytu CK
gaBisieTcsl TeH OMO66, aKTUBUPYIOIIMIA KIJIETOYHYIO
cMmepTh. ['en OM66 xomupyeT OeloK, OOpa3yroIIuid
MYJIbTUMEPHBI KOMILJIEKC Ha BHEIIHel MeMOpaHe
MUTOXOHIPUI M UTPAIOIIUii BaXXHYIO POJb B CMEpPTHU
KJeTok 1 amrndukanynu curdHaanira CK [68]. ITpo-
Tea3bl — (PUHAJIbHBIN KOMIIOHEHT KJIETOYHOU CMEPTH.
Panee MBI coo011anm 00 aKTUBALIMK TPEeX TEHOB MeTa-
Kacma3s [34]. B manHoli paboTe oOHapyKeHa aKTWBa-
1Sl ellle 5 TeHOB LMCTEeMHOBBIX ITpOTeas, Cpean KOTO-
pbiX U reHbl mnporead3 AT3G22260, AT4G01610,
KoTopbie akTuBUpyOTcs: CK, 1 OIUH reH, KOaupylo-
Ui pepMeHT BaKyoJISIPHOTO TpolieccuHra (Tabiu. 2
npuioxeHus). O Ipyrux reHax — MO3UTHUBHBIX PEry-
JISITOpax KJIETOUHON CMEPTHU, TTOBBILIAIOIINX SKCITPEC-
CMIO y MyTaHTa, MbI cooOIIanu paHee [34].

Cpenu reHoB, aktuBupyembix CK, moMumo mno-
3UTUBHBIX PETYJISITOPOB KJIETOYHOU CMEPTU MbI Halll-
JIU elle JBa HEraTUBHBIX PEryjsTopa KIEeTOYHOM
cMmeptu. D10 re’Hsl CADI, NSL1 — xomupyroniue 0e-
KM, HalTOMUHalolue ep@GOprHbI XKUBOTHBIX U SIBJISI-
JolIMecs 4acThlo UX UMMYHHOH cucTeMbl. Mojeky-
JsgpHasi  ¢GyHKUMSI 3TUX OEJKOB Yy pacTeHMI
HUccieloBaHa He TOJHOCThbIo. MMeloluecsl TaHHbIE
CBUJETEJIbCTBYIOT O TOM, YTO B KJETKax pacTeHUH
onu nopasisaotr MO, 3aBucumeiii or CK [69].

Oocyxnenne

Ienvt PARG1 u EXAI — eascnvie yuacmuuxu pezy-
aauuu UO. AHanu3 TpaHCKpUIITOMA MyTaHTa Pe3yxo-
BUJIKM BBISIBWI aKTUBAIIUIO BCEX OCHOBHBIX IPYIII Te-
HoB MO. B paHHo#i paboTe MbI JOIOJHWIN CITMCOK
peuentopoB MO npencraBUTENSIMU 8 pa3HBIX TUIIOB
PRR-penentopoB (puc. 1; Tabn. 1 mpuaoxeHus).
O ewe aByx Tunax PRR (CRK u RLP) mbI coob1anu
panee [34]. C yyeToM paHee BBHISIBIECHHBIX, Y MyTaHTa
B O0OIleil CAOXHOCTU TIOBBIIIEHA TPaHCKPUIILIUS
138 TeHOB MMMYHHBIX PELENTOPOB, M3 KOTOPHIX
82 reHa kKoaupyloT MeMOpaHHBIe penenTopbl PRR,
a 56 TeHOB — SIEepHO-LIMTOILUIA3MAaTUUECKHE Pellell-
Topsl NLR.

BhIsiBIEHO MOBBIIIEHUE YPOBHSI TPAHCKPUIILIMU
17 reHoB, KomupylomMx KaHoHudeckue Ca?'-mpoBo-
asime KaHaubl detbipex TumoB (GLR-type, MLO,
CNGC, ANNATI), koTopble MOBBIIIAIOT KOHIICH-
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tpaumio Ca" B IMTO30J1€ B OTBET HAa aKTMBALMIO pe-
nenropoB PRR. IloBeimmaercst Takxke ypoBeHb TpaHC-
KPUIIIUY 6 TEHOB, KOTOpBIe KOAUpyIoT KaHaimel ACA
n CAX, soeomamue Ca?t U3 KJIeTKM B BaKyoJu
(puc. 1A) m crocoOCTByWOIINE IIPEAOTBPAICHUIO
CMepTU KJIETOK. BbIsiBIeH 0oJiee BBICOKUI YpOBEHb
TPAHCKPUIIIMM Y MYTaHTa T€HOB HEKAaHOHWYECKUX
Ca?*-kaHanoB, KOTOpbIE 00Pa3yIOTCA TOC/e aKTHBa-
muu peuentopoB NLR u o0yciaBauBaloT BTOPYIO
BosIHy noctyruieHus Ca?' B kinetku. OGHapyXeHHbIE
y MmyTaHTa 23 reHa cencopos Ca?" (puc. 2A) ¢ NMOBHI-
IIEHHBIM YPOBHEM TPaHCKPUMLIMU MOTYT aKTUBUPO-
BaTh pa3HooOpa3Hble 6enku, BKimodasg Td. OtMeTum,
YTO Yy MyTaHTa MOBBILIIEHA SKCIIPECCUsT KaTbMOIYIH-
cBasbiBaroriero T CBP60g, koTopsrit BMecte ¢ TD
SARD1 mnosutuBHO peryiaupyeT reHol cuHTe3a CK
U TeHbl JIMIA30MoJ00HbIX OenKoB cemelictBa EDS.
Ot TD, Kak U peryaupyeMble UMU LIEHTpaJbHEBIE
CUTHaJIbHBbIE KOMITOHEHTHI UMMYHHOTO OTBETa, MpU-
BOJSAT K INIOOATBLHOMY U3MEHEHUIO CITIEKTpa 3KCIpec-
CUDPYIOLLIMXCS TEHOB, HEOOXOIMMBIX IJi aKTUBALIUU
3alIUTHBIX CUCTEM.

Hapsany ¢ renamm Ca?'-curHanmira BBISIBIEHO
MOBBIIIEHUE TPAHCKPUILIMU T€HOB, KOTOPbIE CBsI3a-
HBI ¢ obpaszoBanmeM AMK (Tabi. 2 TPUIOXKEHHS).
AxktuBaums Ca?'-curHanmunra u npoaykumn A®K
CUUTAIOTCSI CaMbIMU OBICTPBIMU OTBETaMM Ha aTaKy
MaTOreHOB, KOTOpble HEOOXOAUMBI IJIsl AajbHEeHIei
aKTUBAllUM CEHCOPOB KajbliUsl U OEJKOB, YyBCTBU-
TEeJIbHBIX K pPeIOKC-TIOTeHIMany. Pe3ylibTaToM 3THX
OBICTPBIX OTBETOB SIBJISIIOTCSI TAK Ha3bIBa€Mble «KaJlb-
LIMeBasl BCTIBIIIKA» U «OKUCIUTEIbHBIN B3PBIB», CIO-
CcoOHbIe BbI3BaTh I'MOelb HE TOJbKO MAaTOTEHOB, HO
U CaMUX PACTUTEbHBIX KJIETOK, YTO OrpaHUYMBaET
BO3MOXHOCTh paclpocCTpaHeHUs] MH(EKIIMU Ha Co-
CeHUE KIIETKU.

[IposiBiieHrE OOIBIIOrO YWCJIa AKTMBUPOBAHHBIX
reHoB MO sBisieTcst yoenuTeabHbIM CBUAETEILCTBOM
MPOSIBJICHUS MOIITHOTO ayTOMMMYHMTETa Yy MYyTaHTa.
B o6meii cnoxnoctu cpenu JADIT B mucThsIx MyTaHTa
pargl exal BwIIBIEHO 2660 TeHOB C YBETMYCHHBIM
1 891 reH — co CHUXKEHHBIM YPOBHEM 3KCITPECCUU T10
cpasaenmio ¢ [T [34]. B HegaBHO OmyOJIMKOBaHHOM
paboTe, NMpoBeAeHHOI Ha MyTaHTe 1o TeHy /BM 1 (reH
ructoHoBoii H3K9-memeTunassl) ¢ ayTOoMMMYHHBIM
¢denotunom [70], B pacreHusix audepeHIInaaIbHO
aKcnpeccupyrored no cpasHenuio ¢ AT 1396 aktusn-
poBaHHBIX M 498 pemnpeccUpOBaHHBIX T€HOB, U3Me-
HUBIIAX 3KCIIpeccuio Oojee yeM B aBa pasza. Kak
U B HallleM cjIydyae, OCHOBHBIMU IpyIIaMu aKTUBUPO-
BaHHbBIX T€HOB ObLIM T'eHbI 3allIMTHOTO OTBeTa. Jpyrux
KCCIIeI0BaHU ayTOMMMYHHBIX MYTaHTOB C UCTIOJIb30-
BaHueM MmeTona cekBeHupoBaHus PHK u merambHbIM
aHaJIM30M TPAHCKPUIITOMa Mbl He OOHapyxuau. On-
HaKO W 3TOTO0 CPaBHEHUS JOCTATOYHO, YTOOBI YTBEPXK-
JaTh, YTO MyTaluu pargl exal TpUBOASAT K IJI00ATbHO-
My IlepernporpaMMHUpOBaHUIO Te€HOMa, YPOBEHb
KOTOPOT'O COMOCTaBUM C TaKOBBIM U Jaxe TMpeBbIIaeT
€ro Mpu MyTalliM B TeHe-3IMUTeHETUUECKOM PETyJIsSITO-

pe. IlonyyeHHbIe pe3yabTaThl YKa3bIBAIOT HA HOBYIO
¥ BaxXHYI0 pojib reHOB PARGI n EXAI B HeraTuBHOM
perynsiunu MO. TTockofbKy reHbl y4acTBYIOT B KOH-
Tposie ypoBHS o (A D-pubosunpoBaHust) GEJIKOB
(PARGI) n nerpagauuy aHoMaibHbIX BapruaHToB PHK
(EXAI), MOXHO MpeAIoNoXuTh, YTO aKTUBALIUSI 3a-
LIMUTHOTO OTBETAa MOXET OBbITh PE3YJIbTATOM BbI3BAHHO-
ro MyTalUMsIMM HAKOILJIEHUSI BBICOKOTO YpPOBHSI
nonu(AJP-prbossr) 1 anomanbHbIX MPHK, KoTOpHIE
MOTYT OBbITh TOKCUYHBIMMU JJISI KJIETOK.

Ocobennocmu HO, evi3eannozo mymayusmu pargl
u exal. TIpoBeneHHbIN paHee OOIIMI aHAIWU3 TpaHC-
kpuntomMoB MyTaHnTa u [T, a Takke u3ydyeHue obora-
menust crmckoB DI kareropusimu Gene Ontology
(GO), moka3zaj, 4To y MyTaHTa CpeIy aKTUBHPOBAH-
HBIX TeHOB HabJII0AaeTCsl MepenpeacTaBIeHHOCTh KaTe-
TOpUSIMU, CBSI3AHHBIMU C OTBETOM Ha caMble Pa3HbIe
cTpeccopbl: OakTepuu, I'puObI, BUPYCHI, HACEKOMBIE,
TUTIOKCHSI, COJIEBOM CTpecc, OKUCIUTEIbHBbINA CTpecc,
HeIoCTaToK Bjiaru, kapa u xojon [34]. OrcyrcTBue
Ccrneu(pUIHOCTH B MPOSIBJIEHWM 3alllUTHOTO OTBETa
MOATBEPKAAETCS U OOHApPY>KEHHOW B TaHHOW paboTe
akTuBaluel y myTanTta 10 TUIOB peLieNTOPOB, KOTO-
pble CBSI3BIBAIOTCS C pa3HbIMU JIMTAHIAMU.

Ha nHecneuuduyHOCTh OTBETa yKa3blBaeT U Oll-
HOBpeMEHHasl aKTUBallUsl Y MyTaHTa T€HOB, KOHTPO-
JIUPYIOIINX CHHTE3 ¥ CUTHAJIBHBIN MYTh IBYX TJIaBHBIX
CTpeccOBBIX TOpMOHOB. JT1o IyTh CK, KOoTOpHIi1 aHa-
JIM3UpOBajics B JaHHOM pabote, u mmyth KK, ananus
KoToporo InposefeH paHee [34]. OnHOBpeMeHHas aK-
THBAIAS KOHKYPHMPYIOIINX CUTHATBHBIX TyTelt KK
u CK ykaspiBaeT Ha ocobeHHOCTh MO, BbI3BAHHOTO
OJHOBPEMEHHBIM ITPUCYTCTBHEM B TOMO3UTOTE MyTa-
uuii pargl v exal.

Eme omHoit ocobeHHocTthio MO, cBg3aHHOM
¢ Mmyrauusmu pargl v exal, sIBAsSeTCSI TIPUCYTCTBUE
B TPAHCKPUIITOME MYTaHTa aKTUBMPOBAHHbBIX TEHOB —
HeraTUBHBIX peryisitopoB MO, neiicTByoIMx Ha pa3-
HBIX 3Talax pa3BUTUS UMMYHHOIO OTBeTa. DTO 7 re-
HoB Ca’"-xananos, BeIKaumbaommx Ca?t us
LIMTO30J1s1 B BaKyoJIu [56], u JBa reHa KaJabMOOYIMH-
nogo6HeIx OenkoB CML46 u CML47, xotophle,
B omimune oT apyrux 6eiakoB CLM u CML, He akTH-
BUPYIOT, a ToHaBisioT [71] ypoBeHBb 3KCHpeccuu
LEHTPATLHOTO  KaJIbMOAYJIWH-CBsI3bIBatomero Td
CBP60g, axkTWBUpPYIOIIETO TPAaHCKPUIILHNIO TEHOB
cunte3a CK u renoB cemeiictea EDS1 [20]. HeraTus-
HbIE PErYJSITOPbl KJIETOUHOW cMepTu — reHbl CADI,
NSLI, LSDI — nopmasnsiior MO, 3aBucumerii or CK
[69, 64]. T'er EDRI npensaTCcTBYeT HOPMAaJIBHOM cOOp-
Ke KoMIuTeKca 6ekoB ceMeiictBa EDS1 [65], a TeHBI
runpona3 DLO/S3H m DMR6 cHImKaloT ypoBeHBb
CK, mnpeBpamasg ee B 2,3-TUTMAPOKCUOCH30MHYIO
kuciory [66, 67]. Takum o6Gpa3oM, OTHOBPEMEHHO
¢ akTuBauMeil reHoB, ycuiauBatomux MO (reHsl pe-
uentopos MO, reHsl curHaibHbIX myTeit Ca?t, ADOK,
CK, XK, renst EDS u kneTouHoi cMepTr), aKTUBU-
pyeTcsl TPaHCKPUIILMSI T€HOB, CIOCOOHBIX CHU3UTH
ypoBeHb MO. MoxHO Ipennonararb, 4To YHHUKalb-
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Hasi ocobeHHOCTh (heHOTUNA MyTaHTa pargl exal —
€ro CIOCOOHOCTh K pereHepalii — oOycJioBJieHa pa-
00TOI1 HeraTuBHBIX perynsitopoB NO.

N3yyeHne ayTOMMyHHOTO JBOMHOIO MyTaHTa
pargl exal TIpoBeeHO BIEPBbIE, XOTSI paHee MPOBO-
JUJIM UCCIIeIOBaHUSI OJUHOYHBIX MYTAHTOB PE3yXO-
BUIKU pargl wiu exal. Bbl1o MOKa3aHO, YTO TOJBKO
rocJie BO3/1eCTBUSI FTEHOTOKCMKAHTOB WJIY TTaTOr€HOB
(unu ux 3¢ deKTOpPOB) OAMHOUYHBIE MYTaHTHI MPOSIB-
JISIIOT  BBIPAXXEHHYIO KJIETOYHYIO CMepTh B JIU-
ctbsix [40, 39]. Bunumoro ycunenuss MO B oTcyTcTBUE
CTPECCOPOB Yy OAMHOUYHBIX MyTaHTOB parg ] He HabJIIO-
npaimock [37, 39]. M3yyeHre TpaHCKpUIITOMA JINCTHEB
myTaHTa pargl v pactenuit AT ¢ momMoIpo MUKpOUM-
OB BEIIBIIIO TObKO 128 JIDI', cpeau KOTOPBIX OBLIO
10 renoB penientopoB NLR ¢ nmoBbIlIeHHOI 3KCIpec-
cueit [72]. TpaHCKpUNITOM MYTaHTOB exal He ucclie-
noBajicsi. B To xxe Bpemsi, B paCTeHUSIX MYTaHTOB exa [
OoOHapyXeH TOBBIIIEHHbIN YPOBEHb 3KCIPECCUM Te-
HoB PRI [40], PRI, PR2 [41] u PRS5 [73], yka3biBato-
1M Ha TposiBIeHHe ayTouMMmyHuTeTa. Kpome Toro,
oOHapyxxeHo HakoruieHue Oenka (Ho He MPHK) ue-
TBIpEX TeHOB perienTopoB NLR, uTto mo3sonuio npemn-
MOJIOXUTD, UTO Oesiok EXAl, B3aumMoneicTBys ¢ pak-
TopoM wuHUNMauuu TtpaHcaguun elF4E, Moxer
61okupoBath TpaHcasguuio NLR MPHK, mpenoTrspa-
111ast ayTOUMMYHUTET [41].

Myrauuu pargl v exal, oOHapy>XeHHbIE Y MyTaH-
Ta fae, OJIydeHbI Ha Kadenpe reHetnku MI'Y, u onn
OTJIMYAIOTCS TI0 XapaKTepy reHeTUUYeCKUX HapylleHU i
OT paHee ucciegoBaHHbIX [34]. Tem He MeHee, pacrte-
HUSI, TOMO3UTOTHBIE TI0 ONMHON U3 MyTauuii pargl unu
exal, ae ormmaarotes ot JT. deHOTHIIMYECKIE M3Me-
HeHUs (CYy>KeHHBIN JINCT, KJIeTOYHasi CMepTh IO Kpalo
JINCTa, BO3BPAT KJIETOK K ITIOPUIIOTEHTHOMY COCTOSI-
HUIO U 00pa3oBaHME SKTOMMYECKUX BHIPOCTOB) OOHA-
PYXUBAIOTCS TOJBKO Yy ABOMHOIO MyTaHTa, UYTO yKa-
3bIBa€T Ha CUHEPTUCTUYECKOE B3aMMOJIEHICTBIE F€HOB
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PARG1 and EXAI interacting genes are important regulators
of autoimmunity in plants
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Studies were performed on the Arabidopsis double mutant plants pargl exa I characterized by cell
death along the leaf margin, activation of expression of immune receptor genes, PR-genes and
hypersensitive response genes, which is a sign of autoimmunity. At the same time, unlike other
autoimmunity mutations, the pargl exal mutant demonstrated the acquisition of pluripotency
by leaf cells and the ability to regenerate new leaf margins. Because of the unusual phenotype,
this study analyzed in depth the transcriptome of young leaves of mutant and wild-type plants.
The mutant was found to have increased expression levels of all major components of the
immune response, including genes for Ca2* conducting channels, NADPH oxidases, salicylic
acid synthesis genes, jasmonic acid, and many others. The findings suggest that PARGI and
EXAI genes, which control the level of poly(ADP-ribosylation) and the process of nonsense-
mediated RNA degradation, respectively, are important regulators of the immune response.
Their function is essential to prevent overactivation of defense systems in plants.

Keywords: Plant autoimmunity, transcriptome, immune receptors, salicylic acid, cell death,
mutations
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