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Miura, C., Tominaga, T., and Kaminaka, H.

Regulatory mechanisms of mycorrhizal symbioses in plants living as parasites on fungi.

Abstract

Plants associate with various kinds of microorganisms with beneficial outcomes. Mycorrhizal
symbioses are a representative interaction between plants and microorganisms because
approximately 90% of terrestrial plants engage in associations with fungi in their roots. The mutual
symbiotic relationship by trading nutrients between plants and fungi can be generally found in
mycorrhizal symbioses, but some plants reveal mycoheterotrophy, which is a unique nutritional
mode for plants to obtain carbon from associating fungi. Recently, knowledge about mycorrhizal
symbioses at the molecular level has been obtained mainly in model plants such as legumes and rice,
which are associated with arbuscular mycorrhizal (AM) fungi. AM symbiosis is known to be
inhibited by gibberellin (GA), which is a classical plant hormone that regulates many physiological
processes, such as plant growth, development, and environmental responses. In contrast, molecular
mechanisms regulating mycoheterotrophic symbioses are still unclear. Our recent studies have
revealed the novel roles of GA in mycorrhizal symbioses: its positive effect in Paris-type AM
symbiosis in Eustoma grandiflorum and its negative effect on both seed germination and
mycorrhizal symbiosis in orchids. This article introduces the recent data about AM and orchid
mycorrhizal symbioses associated with mycoheterotrophy, accompanied by the knowledge obtained
from our past research.

Key words: arbuscular mycorrhizal fungi, branching factor, gibberellin, mycorrhizal symbiosis,
orchid mycorrhizal fungi, seed germination
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1. [FC®HIC

IR IR A T D108, ZRESRLMAEM LD D 5o TS, ZOHF TS, 1|
(BN ERS L OB S LD EIRIZ ISV TREASHAZAT © BRI, [z B 9 F)
TR LD IRE 72 — AR OBMR TH 5. EIRZ AT 5 EEIXERE & M
DD, kRA BRFFOREENFERE L 720 5 5. FRIE, WY EEREORE, BL0%
ORSETEHE DA ENTEBY, 7T—\2F% 2 F7—EE (AM), SMEEE, =Uaaq R
ER, TR (OM) 72 E0nins (Martin and van der Heijden, 2024).  —fi% 73 AR I
ARITHEFIBHRTH Y, U REHRR EVERED DIEMIZAES S, M) 613t
BRRFER T D IRFACEHNHE SN D, —J7 T, HBRUTHRIZRRSE D H B 2k
HT228T, 727 FL—RE SNAMABIGRPHERF CE R RD T L AR E LT,
HIRE N O IRFCEWMEZET H [HICREENE ZEG L REN B L TE 7
(Leake, 2004). Z D X 5 ZREREICEE LIZEO FRIOERILELX AM O—5° OM 72 &
T b5 (Smith and Read, 2008).  FEERFMEDOMEG 2K & L7 iidy & FHR O L
IZX D, EORR IR DA RO T (EERAEY) NHBLIL T
X EEZLNTWA.

TR, < ARSA R 72 EOTT VEMIZEIT 5 AM AEIZBIT B80S AT T C
BY, HAEORNCHIBENCE L T LUV TORANREEIE LN TN D, ZOHT,
FHHRNTE L THDHIRXL Y > (GA) 7 AM DA OHIMEIAF & L CEEREE 2H
STWDZ EMPABLINT2> TS (Takeda et al., 2015). —J7, Fex IZ@EIEBAEEIEOHE
RILED T A D =X LORZBIEL, Vv RUte 7 U Rofi %z st 50 ife 217 -
T&E72. ARRTIE, AM RS OM HARIZEET % ZivE TOMFZEm R & 362, mAick
T GA OFT LUWEENZ DWW T 520 L7 Bat OFSERRE AT 5.

2. YU ROREMIZH TS Paris 17—/ \AF 2 S5—HIRFEEDFIEA H =X LA

FEARE O THE 7 BlOMMARILAT D AM EI, WO SEERECRENRR D 2 SO
R L 705 Z V6T 5 (Dickson, 2004). £ < O EEFAEMIC/EY) ClIE R AMEMR
D R JEHIRAR 2B L, A2 LT3R - CRUBHIBIC BB A L S 11D Arum
TOERDFED LD, —FHT, < OREREO—EOARANEY) TIXFE AR DEIR D FZ
JEHIEOMBRZ M L, B2 BEiiaicBRER 2 V0BRSS Paris O FR
MIZRL SIS, AM B & AT 2 R RREEYITII T Paris BUERDSFE0 HLH 23,
BB T & IR AR A TER T 2 e E B b Paris TUEIR 2T 5
(Yamato, 2004; Yamato et al., 2014). 372> b, AM H & 44 248 (AM HAREY) OERE
JRRAEMEDMERFIT Paris TR A TERT DM BRE COLEN LG B2 bb.
FIERARENEICBRET 2 AM ED T A B = X L EfRIAT 572912, Fox i3 Paris B!
HRZTERC L, D OWIEEREZED 2 Z 0 CH L) o FURHIIER Lz, Ll
NG, EREEEENED AM AR THh 2 75 ) v R o B3B8 LW B A T b
%7-® (Yamato et al., 2023), WFZEEEN THES FIRE T DB s X B OMED o -7
MLaXxa vzl v RuRHZBT 5 Paris B AM SEFROET VY E38E LT-. &
9%, 7L AM [ T& 5 Rhizophagus irregularis % /- HEFESEBGR IC R T GA AL A1 T
Sl A, v AROIva P TIEREEY AM EHOBGEBIHl SOkt L, Ry
X g U I EE SN D Z E R B E 727 (K1) (Tominaga et al.,
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2020a). 2, GAFEL7- hL o g o OFRETIE, AM AEFIICERD S b AM H
DHE RS F g DT EDNBE IR S T2, GA BRI KD AM HOERS)

IAREME THDHA N TT7 7 N ATAKRBHESND Z EnHE S TEY (lto et al,
2017), MvaX g U THERROFSRDIE DI, ZD72, hLaF¥xa 7 ClLGA WL
HUZE VA RNY IT 7 h o L1322 D RSRMAREDE D W S IV TN D DO TIFZRW ) L
2z
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1. SV 299 (L) & MLOFFIa DI (Eg)ICBHBIFBAMERhAIzophagus irregularisDFRICHTT S

SAL U > MBOR S

TNTNOMEYICAMBEDR T #1518 L. 4BREDRE ) TIL—TRELRY S TILERBNTAMEDRERIC

MU CERETOI.

Wiz, Ivarzy, =y, Mradxa o 3EEHWERR NI AT Y T h—
DENTA 2N L 7= (Tominagaetal., 2021). = L 2NEECT 5 R AM TidER =1L
WD HIRNB OO, Paris i AM & [RIERIZ AM B OB R )N BRI 2 &9 2 R
% > (Dickson, 2004). tbig b7 A7 ) h—AMHTORER, Ivarsvi=rTro
HIR T, AM IEICHFBIR T OFRBLED GA LB > THREIED Lz, 2ok
BIL, GA WHZ XD AM B DYLR~DOREL —F LT\ =, — 5T, GA I kY
AM EDORYMEE S - MLaX s g 7T, AM HAREE R ORBEIIHMN L <
/= (Tominaga et al., 2020b).

AT, Ba X GA PR L 72 ML ax 2 URNWMZ L TIRENCE T 5 AM EOER5y
28 L7e D BNNCT 57201, 8T A7 U7 h—MTRER S GATFE R T
A RDMERE S D ZIRIHFEM DIRIE 21T\, £ O R oy IR G 2 550 L 72
(Tominagaetal.,, 2023). ~T 2 A7 U7 h—AEHTOFER, GARFEL/Z FLaXs g Uk
RTYU v RUBRA OERERR Y FAE 7y K (GPS) LAV = VFT <1
(SWM) DGR PEMAL S5 &R S 4, HPLC 08T Th GA LLBIZ X 5 Ziv b1k
EMOWNEEOIEINIHER S V7=, IRIZ, AM HE T8 % R. irregularis, Gigaspora margarita,
R. clarus Z e SA AT A T2z 2 A, GPS & SWM & 1-100 nM O T
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Rhizophagus J& DA D E R Ik 2 A EICEE L2 (2). GPS X° SWM [Zxf§ 54 AM
FFEO SN E, GA ML 72 b a X% g TIREIZI T 2 ER IO & —Z LTz,
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BEB(C7-10HMBEELEY > FILICDVT. RATEMIRE T CERADIESRE D> MU,

INHLOREREFE LDDHE, MLaXsk g viZEiT 5 Paris B AM H4:1E, Arum B0

ML AM 42 213 e < B AHIiH 220 TBY, 2123V vV RuR g aA U R
A RFEBEIRCd D GPS 0 SWA 72 E I LT 5 L2 b5 (93).
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3. FURMEYIORETRFICE T HARBREHOEBELLEDHIEA H =X L

7 RHEYIFEIAE 30,000 FEIT < DHERSIVTE Y, #i o T 7R LA T b
TR DZ\ N ERED—> T 5 (Christenhusz and Byng, 2016). 7 > BHZIT AR ZIT-> C
RFWRZ B ) TH > TWDRES HIUE, AR EITOTITRF A % BFREIKAFE L T
EXDLHEEBREBN L EEND Z 0D, FRMMETEMEOERDO—>THD LB X
HILTW% (Royetal, 2013). F7-fli Il TR E T B 2N B0, A TE 2 ThH
S THHRIEL PR EICB O TU T EIRE N D ORFBILAM OMSEZVELE T 5. Jhb
b, BTOT URHEMOFE T FEIFITAI R AR & MR S FAERZRERIEIC LY
FlEZ SN TS (Zhao et al,, 2024). = Z THx 1L, HEHEREIEENED ERILA OFIfH A
=R L% T RWE A TR 272000, FFEFEORAT—IIER L% 2 %
fE L CE 7z, BARMIE, BREZ O AERIE T T, EEREL TRERY T v
KW 2T U E LCERE L, [RIFRROICHSEE rIREZR SEBR 24585 L7 (Yamamoto et
al., 2017). FE7Z[FAREC, F&IF & IEZERENNTHN T2 FHEOMLT 52 LT, I
IZBT DRI EOEEI A LN TE D L) IR o7, TROOERFELZFIHL, OM
HAEN AM A LRI L 72 A = XA TRl E 51T T D 2 L2502 Lz (Miura et
al, 2018). F7z, [FEROFERIL, RUBEHIZAERT DX 7 o omEfEksE 71 e
I EHRD LESENTIC > TR LRGSR 6 R 4172 (Suetsugu et al., 2017).

AM Az L OIELIMEN D, OM 42 TH GA NADHIEIN L L CTHfET D L %2,
TV OFETHIEICHT D GA ORBEZ TN LTz, ka2 vt AU 2 R R 2R & 3t
AR IED TR LRGSR, R L CTRIERT A7 7 v v U RiZIT T2 <, GA
R G A ENRIFE 2 Lz (M 4). — 02 GA TR T REFEOMEWE & L Tabinbd
M, VT TIIERIE T T, ERIAEE N SRWVEEREIFE CHAICER L.
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4. >3 2 ORF(CxT SHEMAULE > B OREFF

SIS OETFEREC LU EHEEFETT. 1 pMOEYRLEZ ZRIMUED E TR E. 28/H%
(TRIE U=REFR (HRTE, *: P < 0.05, **: P < 0.01, ***: P < 0.001) . ACC: IFL>. SA:HUF
ILBE, KT : 9o hHA=>, IAA: A—FS >, GR24: ARUTSO R, MelA: S RETEE GA;:
SARLU, ABA: 7T,



INOOMAERE 2, FTRIFICEBIAZMNE L T5 7 U FHEMIZEBWT, GA 12
L AP L HADHIEAEICE L T LUV THOLMNNCT A7-010, MEEIEIE L A%
FEOY T MIZONWT N T R7 )T M= LT 217> 72 (Miuraetal., 2024). 8= 755
B — U E G LTGRO, EORBIEENR R N EE R IR & AR IR CIEE L T
7= (X5). i@ LU CRIEE) LB s FoHIci, WEREDOB S -X° GA OAA Ak B

DOBAZT VRO DTz, WA GA BAMIE LIofER, FEFRFARTERLD GA 23 I
ML Tz,
20x10°
15x10°
5 i
”; 10x10° 9'9%127'7/
W sao H£ELT
& T 27 | smmE LG
B —  HEBSEET
B C URLY L EARBET
= 70 | B.6% 6%
é*li 1x10* @qﬁ‘ \,&4;;6%
¥

E5. >520RFYTIVDRS RO UT b—LEITORR

SSDEFEERG UL (FREEFT T TEh E TR ST, LERR
DY TFILERNA-seq(CALZ, REFRIOBEFDRNA-seq7 —% £DLE

®CLD. RREIEGFEBELR (Log,FC = 1.0 or < —1.0, FDR

< 0.05) .

Z R IRILO K% & O O L DIBIRC B W TREDORYS T 4 T X a L—F— L
LTOD GA DEFIZ Ko7, —HT, FFITFE L T GA 2RI NEME L S, AR
DEET HHIN LK E /2 AT A HEIPNZIEE LS &5 Z & C, 53L& A%
BRI T S /D AN = A LB R LIZ L EZBRD (K6).
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4. w&IC

T HRNE L THD GA DIERZEYI Y DITAFGEE2 BB 5 Z & T, EtEsEEcE b
% AM & OM Ol FIZIBWTHARIENC BT 287 i a8 o Z L N TETZ. — 5T,
IEET MEMZ DTN DT80, FERRBRNT e ICH E > TV0D T EREE LT
STW5. 51, AM AR OEEBREMHEIZOW T, U RURHZEBT 2E RS
FM DA D/ FHARFRIA D=2, a4 ) RA RESHERIZOW T L7ZAFgE & fkse
LTWEW, F£72, a4 U RA REEAIT AM BEICEZEEHT2 2 805, AMED
JBYYEtEE HI & LTSRN RETH D L ZE 2 bid. T TITAME AL EICETe )
v RUBOAZIMHRIZ LV, B 2 ERLC ) T AM # ORGHMEEDGRO 5T D
(ESHE D, 2024). BUEIE, AM B ORYUTEHEREAF 2 7oA A AT 4 22T FE LToll
anfEIZ HELD A TN S,

7 URHEPN BT D AGEIC OV UL, OM AR OET UM & L TR L T\nb v
T LD ) LD RS T LCWD. BIEIRIR T ) MMt L 0 &SR EFH LT,
7 ) ANDOEILFEB L T R O OM A DRSS T ORFFEIZER Y LA TV
5. Flz, AN TE L7 CFEMOBERE, PEEE L TbHbnsY Y7 h=7
JBETHS (Yukawaetal., 2009). D7z, HELOBFETT VFHEMITERE & OBIRZ FF
NS AL v FERT-LEZONTVWDS., — 5T, JUoRfimEtETxs) s
=7 BEIIIEFICRONTEY, FrBMEEBFMENRD 5D (OKFfn - 24, 2009). %
DI, SBRITHEDRTZ T T, =7 =7 Z—OfpirEZ i@ U ARSI 5 A
FZEER S BIRET D 2 & T, OM HADHIEMED 25 287 5 )M LT E 720,

B

FFED TR B 30 o T2 IR P A R B R R HE) 53 1 A P IS DRI 72 B
WS ERFTEE D5 2 \CfE AR LE T, AWFIEL, RHRreiibhs:, BRUREREE N
RIS, ISTASStep R 7 A4 T U b, 725 QNS IEEREA M AT AT L RIF A TE D
A CHEE L.
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TEMREG R IR OIR T I A L 2R TR RG2S

2R 4 Jacy Newfeld - Bz

Hiruma, K., Newfeld, J., and Ujimatsu, R.

Molecular mechanisms underlying diverse fungal infection strategies along the Pathogenic-
Mutualistic Continuum.

Abstract

Plants engage in intimate associations with microbes that exhibit a range of infection strategies, from
pathogenic interactions that inhibit plant growth to mutualistic interactions that promote plant growth.
It has been considered that these pathogenic and mutualistic microbes employ distinctive strategies,
resulting in opposite plant growth outcomes, thereby rendering them markedly different from one
another. However, recent studies on plant endophytic fungi and fungal pathogenesis suggest that,
despite their contrasting outcomes, they possess remarkably similar genomes. Furthermore, alterations
in a single genomic component or gene can suffice to transform an originally beneficial fungus into a
pathogen, and vice versa. The deletion of a plant tryptophan-derived secondary metabolism pathway,
specifically in Brassicaceae, can also convert beneficial fungi into pathogens. These results indicate
that the distinctions between a pathogen and a mutualist are indeed subtle, and a microbe can exist
along the Pathogenic-Mutualistic Continuum under varying host and environmental conditions. In this
review, we aim to summarize recent research elucidating the molecular mechanisms underpinning
diverse fungal infection strategies along the pathogenic-mutualistic continuum.

Key words: Pathogenic-Mutualistic Continuum, Tryptophan-derived metabolites, Fungal Secondary
metabolism cluster, plant nutrition, Colletotrichum, Arabidopsis thaliana
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1. [FL&®IC

I, %@%ﬁﬁ%ﬁi@&*ﬁm’ﬁﬁﬁ LTW5. filiW) & FEAERT DM oIz
JRIREIARER SN D L 91, WITEkx focji(fffimu“xa%él%t THDOR, 765(-
T%él*ﬁl’?fﬁﬂlf%éﬁ&ﬁi REBIND LI, VREHR LW ST L 5T
DWARFER E G EH~ a3 5 2 &Tﬁ%@ﬁkﬁ%iﬁ #5'@“6 HAEHNFAES
5. IHIE, EFEOWDLW LRI — 7 = —HIFOBRIGIZ L0, O WNERIZ D
72 EBZTOAEIFROKE/NIB W TRAE S &l 272 L7l %E\Lﬂ\é AR & I
XD SRS TE DA NTET D Z ENH LT > TE 7= (Fitzpatrick et al., 2018;
Toju et al., 2018). ZALE T, RRHEMIAEMR FAEH %2 75 1B m PR < BRI, TRl
B & B ITE OWIERIC G 2 D8RR Z L 72 8 n, RES BRDFEE L
TEZLNTEY, FERIZENENDOE ZMIET DR S 2> Tnvo Tz, —5 T,
RIS AE B & M D RPN AR 2 B O OFE R, JRIE & AEE DS
J BV THWZIERITGE LW ETH 57— A& 5H Z & (Hiruma et al., 2018), )i
[ 7> & R E DRI A RIS 2 & IR IZ 2k d % Z & (Freeman and Rodriguez,
1993; Ma et al., 2010), £7z, HEMIDRRE 2R AR DM = OB FHIE 2RSS
Ji U CIRRE & U TIRDEE S fil72 EAH LN 72> CTETEY (Hirumaetal., 2018; Drew et
al., 2021), JRIFE A FEIIFZIIH—EDO S FOEWNC L > TSR EN D D Z & &R
e HIEANEE D Oob 5. R « AEDENE ST LYV TR 5 2 L3RRS
HAMORFIZAD B &L big, AR Y A BICE LR OREM: 2 s
R DEAROBINC DR D70 &, FMETE - ICHITE, BT OBLEIN ORI EE 2 HiLb.

ZZ T, zl: BT, *‘ECF@HBE{/EH%L%H“&E%@EPT b, FRHIEE LR ETT> T
ZARMREIZE R Z 2T, JRl & AR —EHO S AR OEWNZ L > THnbd 2 &
=, *’D@%"éf(ﬁqﬁ@ﬁ)ﬂ.@f“fi'@fﬁfﬂ(ﬁ hin U CORTIRIFD 5 A & b 72 R
ERFED 71 OIEH LRI Z L S/ T < T CEFERIICAT L CWO D ERIC DWW TR
5.

2. IROWESRIKE Colletotrichum tofieldiae (Ct) ) Y RZ THEMBREZRIHEETHS
Colletotrichum JE-RIREEIE, ZTAVE T, Bix Z2EMREICRIA 2 5| & 4l 2 3 2P &
L TR IBTHFZE 8 53 C& CUv%  (Talhinhas and Baroncelli, 2021). —5C, {725
SAOREY)7) 5 % Colletotrichum J& B IIAHZICHBE S TE TH Y (Hiruma et al,, 2018), =
VO BERRZAEY) AL %  Colletotrichum JEERAY & D K 5 (THEW) EFHAAEH L TSN
DNTIE 0> TW o7, ZDH T Colletotrichum tofieldiae (LT, Ct) @ 1 DDk
(Ct61) 1, AA L OHRERTHAET HEERET UVEH T H LA XX F D
BOEMOERL LOMRM LB SN, EODLREHKEODLICHEE SN 7- (Garcia et al.,
2013; Hirumaet al., 2016). Colletotrichum JEE I IEEIZIBVN T A T = AL L= fHEE2 I L TR
ANz A% (Kubo and Takano, 2013; Ryder and Talbot, 2015). —C, Ctidi mA XF X
DIENAEGTIT DB DODRAT D Z L3 o7cZl &b b, Ct il o T A X
FRFOETIFEETHDH ZENBEZ B, —JFT, CITERDLIEREN S T)E
BERIZ Y m A XF X OROMBE DO L OWHEIZEGL L, EEMiaicisnwTiEEDRA
B R IR Z PR & A VR AE BACR 2487 L 7. 9> Colletotrichum JBH & %
DIRABE AR E D S OO, JRFEE & DR X 7238 L, WM 2 FERT
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Y v &RZ (50 pM KH,PO,)

B1. IRICBE L THAER L ERE 0 B EERE % R T ColletotrichumB &
Colletotrichum tofieldiae (Ct)l&> O A4 X+ X F DIRICEEEL ) v RZBFICIE
U ete~ s LEYM DR ZIEY. —7, WIEE TH % C. incanum (Ci)
i, Y04 XFXFDORICEE LIEHORREE L <BEET 5. Hacquard et
al., 2016 D—#BAZE. H: CtERZEN L7 v DERX DR,

28 U TR A S AR E B~ DBITIL Ct IZOWTIIERD b= Th b, &5
IZ, CtiZd DEFRERBEICIRW TS, RIZEG LD BIZ, ZO—OEARD M E~ L %
HEEZBUTHBITT D ZEMNHBA L. LLEND, CtITRICHEAZ R 29 2 & 7o <K
Y DNEETH Y, Ct NEEN S B EEESNUZHH & LIRS B~ 1T03% 2
Sy gVt

Ct WHEESNT-v oA XFAFIIMHEARERTHD Y U NHE RS LTz HIEEREE T
ABFL QW 22T, U2 hVhEE L7ZBREE C Ct 2SR T B O B% 5.2
HAREMEEE 2, U UABBRIE T Ct LRSS R Lo L 2 A, EREILTU V&4
My~ EBHE LI ORE 2RI Z 2R A L (K 1). £, TOMMREIEED I
DV NSRS (PSR) Z il 2455 K 1T % PHRL 35 L UYPHLL (Rubioetal.,
2001; Bustos et al., 2010) 23MEEThH 5 Z L AVHIF L7-. Ct & [AEROIAREREZ 3E T 5 H
ELTT—ARAX 2 T —HIREND SN TNDN, 7T— A% 27 —EHIREITT 775
72 EO—EOREYTE & 1T HAERRE - TR Y, ORI ARSIV T e
B REE R L TWDTZOTHDH EEZ LTS (Bravo et al., 2016). — 5T, 1A
XFRF & Ct & OIAERIBEIRPEOHERHHEY O PHRL 230 E 72 K 512, ERILAEIZ DAY
D PHRL 3B THDH Z ERE SN TEHY (Shietal, 2021; Das et al., 2022), 47 PSR
ICHAEBMRRHIE S TND E W) STRIEEIIE L T\ b. £/, Ct LN T 7 7
Fto Arabis alipina DIRIZILAE L Y V24~ &G T 2 NARKRE OFERHE S Tn
% (Almarioetal., 2017). ZDZ Lnh, 77 7T RFHEMIZERE OOV IZ Ct D X 9 7o
JHE & bt AeNA R & HAEBRARISZ SIC kY, BRENDZIT D THA I [AkED:
AP —E R ENEFENOZITERS TWA Z ENEZ BN £, BERE L SFFEESH
T NAEE O T RFENCIEFI RO BRI & Bb B F 2 a2 AN DRI D A F7
S ANZFIHEESREO LD T EDRH LN o7 Ct LA XA T ORI OB
FOIAETRT L EFRRY, - R 5 BV GRIG T ENRTTEETH 0, HWICE
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WTCIEvaA XA S CTERB LA OMAEZIEHTE 5 Z 05, il L RIREOILA
HALZBHOMNZT D ETHAIRTHD EEZTWA.

3. 7FSFEUEMD ) T LD 7 VHEROZRRBMNRIET H L& CtHVRERIELT S
77T IR EOERE LTOA v K= T vay ) b— N afRE LT
28T N7 7 VHERO AR R APET D T E A BITN D, T b O @I
BN FCRIRE IS T2 & L THEHETH S Z ENE ST\ 5 (Bednarek et al.,
2009; Hiruma et al., 2013). Ct [X A D T 1 A XF XF Col-0 (Zxf L C VU > H3kkve L 7= B
T TR ORR AR LD BT &0 D AR AN T 5. — T, NI T 77
D TIRAGE DA RGREN KR L= 1A X X cyp79b2 cyp79b3 ZEFAKRIZIUNT
I, BTN ARG UAEY) & i AR SE S 5 2 & HVHIBH L 7= (Hiruma et al., 2016). R
BB A O EBIROIEN 35, Sy —¥D—FThHs PEN2 2/ Li=1 > F—
Ty ) L— M OBERRKED Ct & O AEBURMERC L ETH D Z ENVHIA LT
(Hiruma et al., 2016). BRI Z L2, ZORKKIT Y 1A XF X FOitkafEIz BT H 2
RO BITEY (Bednarek etal., 2013), PEN2 %4 & 72\ Capsella rubella D% % Ct 23
ibt_kﬂ%P@&%%ﬁcu&/n4x+xfk@ LA BRERRSL OB AR H IR 7T
% 2 ENVRIE ST (Hirumaetal., 2016). 2 CTdh D Ct & RFMIZEEN - EHOWNA
ARRENZIRBNWT S U7 b7 7 kO ZIRAGE DA IR A E MR 2 721l
FECThDHZ ERHEEIN TSI &M D (Lahrmann etal., 2015; Nongbri et al., 2012), =
T 77 TR R R 7 ZIRAGHREDSIRIAO AR & O A/ERICBWTEHEE THD Z
ENRBEE D, BRRANZ 212, ZORKITEY O PSR Ol Fiod 5 Z L 2RI S
THVY (Pant et al., 2015; Hacquard et al., 2016), = Z & ITHEMI D PSR & Kty sz HHEREN
U7 L TNWAHZEERELTND & & BT, EMITAESD ) RGO STROH T
T o 2 3 5 2 & THIS2NARIRE & ORIFRMEZHIAE L T2 rIaEME 2 g7 5.
Z D PSR &AEMSIE ORERERI 72 U o 7 IOV T, PHRL 25EIS % PSR 25 HRFEHIEEREC
KI5 H U FAFRHR OGS4 A AU 232 (Castrilloetal., 2017), PHR17: rapid
alkalinization factor (RALF)D 7 1 &— & —|ZHE& L, FOZFETH 5 FERONIA 24>
Pathogen-associated molecular pattern (PAMP)%E ST DRI RDOIARETAET 5 Z <‘:
THRIEIVE ZANH T 28 E 72 £ (Tang et al., 2022), & Z4ECTHIRDNER LIBD TV 5D
IHITIE, A ARWEBIFEA L, Ctidf L TW72RWE o0 Colletotrichum J&D—ERIZ B £
fEZAL TS Nudix effector 23 PSR IVEZART Z & TG 2 B U, Tl ORGRRK
*’%5waékm5ﬁi%%@mmmmEamjwa PSR DHfEN TGS L
SUVERNZIZ [T THEAE RO IZ & > THER Z L IMFRZ 5.
— 5T, ZOMPIEERMED A T = X IARH R b 0D, ~U 7~ 7 7 o HkO ZRAGH
W% PEAE L7 WHT BB ORE % Ct DMET &V o &6 H Y (Diaz-Gonzélez et al.,
2020), 172 < EBRFEDBRE TICBWTIZ N U 7 7 7 RO ZRAEMFAE L 72
STHIAERBREBETIDZLARBLTEY, (RIZ )7 7 7 U HRO R
MWZATIZIRWNG S ED X9 70 A T7 = X I CTHEM S AR BIFR A HERF L T2 2> ELRER .

4. RRREESHOHE LIRIR & BRI Ct BROLLED DB o M > EZRIKEER
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F4 5 X3 —ABA-BOT

Ct FRIZHR UM L TR Y, WA 2 B O b BB S LT\ D
(Damm et al., 2009; Sato et al., 2015; Hacquard et al., 2016). Z#1 5D Ct#KIZE /2 HEREE - 165 E
(ST D TENENRR LBENERZZEF[SETETNLLEZEALNDLD, ThbdD
BHN v A XF X)L O EAERRHAEMIZ G- 2 55828803 Bk Ct (Ct6l) BE & bk L
THEINZAT D00 E I DI RHATH 72, 2T, HRFLSHEEESh - Ctikz Y v
DB LTZEREECYnA XF R ;LR L= L 2 A, L7 Ct Bko—2 %R\ T Ct6l
RRFEREI IR B 2R 2 LAV L2, 20 2 L3, BT A BREE0ME 1 R - Ty
T, D EBAREFRRICBW T A XF X F ORPRE 2L THEREIT b & P (RFr
LTWAZEERZLTEY, CtiZX MM EIEED R 2D D CLRB IS i
MHA SN TWEZ EAVRIR SN, — 5T, AELZERO—>TH D Ct3 FRiZy rA
XFRXFOREZEZRETHZ ENHBA L. ZORERESRIIa~Y T E0T 7T 5
FENZ BN THERO HILTWND Z Enh, oIATRID CtikE Be v, Ct3 BRIIpER &
LCIRD#ES Z EAVHI L7- (Hirumaet al., 2023).

LA & R & AU EFURT R 2R RIS 2 7 9™ Ct BRDS U A X R ORI TG
HOlHE T AT )T b—AffM 2T o7 2 A, HAERICHER & 1387 0 IREFRRRICE
W TGO HHTEN CHE ORI AR VT Tdo W BEE A b L AR R FE I b
27 7LV U BR(ABA)RRES (Umezawa et al., 2009) Z7EMEL SH 5 Z &, ZDIEMEALA
Ct3 | L DM R IHERNRICEZE TH S Z & 3B L7 (Hirumaet al., 2023).

IR Ct3 DA E DG B & D3 FF 2 ZIRREWE R s 7 7 A X —D—2>Th
% ABA-botrydial 7 7 24— (ABA-BOT)ZIEMALSED Z L3I L7=. 2 ABA k&
O BOT ARGEIE - I3R 0 EY5E Botrytis cinerea 3 FEF OB s FRE & mOHEMEEZ & 5
(Siewers et al., 2005, 2006; Porquier et al., 2016), LLEAFEARATOFER, ABA 1 X OV BOT &5
TFHREIRM DB TR A TR ECRIRE 295 Z &, B.cinerea @ BOT i&f= F-HEIX Ct
B L OUTIEFED Colletotrichum 812> HACHAGH A/ L TG S 2 &, —5 T, ABAE
RFRET BOT B FREL 1T 2 0 ARINZ R L TR Y, CHZBWTIhOIF & A EDE
23 ABA & BOT DWW L <132 D etk EIZEF SO & 4RIz — D ORIz —D
DEET 7 TAZ—LLTHLTWDZ EAHB L7 (Hiruma et al., 2023). &\ T,
ABA-BOT DG HGEIG T2 U - A RKOMMT D, ABA-BOT B aA X XF 0D
MUY 2 DITHER Z L BELO, ABA-BOT ORERERIEAKIRIFAL D Ct #k%& U o
RZERGE IR 2R T AR~ B SED Z RPN o T

S 51T, ABA-BOT FEIFRIREREDOR A 22T 5 Z E0VHBI L, JEFHOIREEREZ 22
FE7NG 26 FE~ L 250 S 7255 Tl Ct3 12 ABA-BOT A HET, fEMORE 29 /4
B~ 2T 5 Z LB BT/ -7 (Hirumaet al., 2023).

PLEANS, ABA-BOT DIEMAIRRED ZE LAY Ct3 IF i B HeA: b et HRA) 72 R YLBR I % &
FHERBECE HB A ot U CHERIIIC L STV AETCH D Z LB 2 bk,

5. Ct DEEMNSLKE & XTERAT R DERN LR ITEHET 2EEEERF
ABA-BOT 78 Ct3 (28T BIRIFED B AT o7 2 [RYLIE 281 o 7= O I BB 7
K+ TdhbHZ ENHALNIR T2 DD, ABA-BOT [T CtizBWTHIEFEF ST
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IZHEID BT, BRI EORINTFE IR L, 2 ORGSR AR B 70 R B E
f&l%% ZOWTIIARAZ2 SR, ABA-BOT %41 L 7= A Ui O mil i 5 2 ek
3% HAYT,ABA-BOT 7 7 A Z —NITAFET % ZnoCyse B DER B K- CtBOT6 (25 H L7z,
BOT6 %, —#B@ Colletotrichum J& i, Botrytis J&E & Vo 725 JF SRR B 12N 2. T
(Porquier et al., 2016), #3672 AM 253 DIGERITIRAEFS TN D Z &, CtBOT6 & A=
D CtARIZIEFEPRIL Y n T — & — &5 L ORELEE 5 Z & C,ABABOT IZET 5
R REOFRBNIE I EH- L, BOT Bia -0 BAERK S D botrydial o HR[EEY) O &
HEAEITHART 5 Z EAVHIBA L7- (Ujimatsu et al., 2024). £7=, ABA-BOT |ZJg 3 % s 1
REFZIT 72 <, 1000 ZHR 2 5 FE s -REDS BOT6 OIEFHIEHIC L > THRE SN S Z &
HIAL, ZOHITIE RS OERUBhE S 28 LM bR REIC B 35 Z &
PHEE SN DT T = 7 X4 —Bfn {-OflaBE it B n b 2 < aEn Tz 2

DFERD D, CIBOT6 DOFEILIL ABA-BOT %L U od & T BIREMERIER - HEORBTICKE 72
RSB 25 ENEZ BN

KIZ, CtBOT6 DIHFIIFEE N IAET Ct DRI IZ 52 BT L=, TORE,
#< /\% EIZ, U URRBIRIL T TR R e 3 AR CL iKY CBOT6 D ELZ 1T TF
L < Wi 2 BT DR~ 285145 Z & VM L 7=, CtBOT6 J88i Ct MRIZHRIZE
UL BT 2720 T, ARG T X 22N EEIC I T b B LIk AR o EVE R -2 T
KT 570 E, FEIE EHRERI I CERR AR IS EIRPE 2 250 L 2 OAERE 2 ) 5 2 &
DI L7z, LB %, CBOT6 DR LRI E A e 3 AT A 4R3I L OE & v
ST HI2 DR O Z B EE Z TR E A~ AP ST D Z LN L NIRRT,

CtBOT6 DFEBL L~ & B ORYLE & OB M4 X HICHAT 5 HRY T, CtBOT6 % =

F J& - et
H4E
B L CtOEFAEMD L < ;tBore%iﬁaﬂz
&

X2. I5E XA FBOT6H 7 5 HE ¥ B IR E D BR HERR D E 5T 1
BOT6% Bk 4 75 L NIV THEIF 4 5 H AR D Colletotrichum tofieldiae
(CyDF etk E > O A4 X F X+ 1B L -BROEY R E.
BOTEDFIRL N)L L FRRMED®B X HEEET 5.
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F I ERRBURE TR DA CREZEH L7z, 2 b DR Z v r A XF XTI
PR L, CtBOT6 OFHLL~IL ERRIZ L AR R EORE ZFHA L= & 2 A, CtBOT6 ™
FELL L BRI E O EAVNIFER ICEVVER A R T 2 E D BT o7 (K 2).
PLENS E, CtBOT6 DRI L~V A ZAEI XH 5 Z & T ABA-BOT 1 L UMt o5 5 R 8RS
B FREORRZTHET 2 Z & T, CtTEN IR OEG DI Z21TE k425 & & i,
REFEL NS B DREWFARRI RS LEE L CWA Z E P ES

6. m&IC

AR TIE, EMNASRIRE D R T4 B IR & 272G & e 9 5 00 11k
BT DR DER A Lz, DLEOIFEN G S, AR EHRFEE E W OFEN N E
TEZOLNTE LI IIOTEENT-FETIER L, FET 205 FDOIFEMAIRILZIG T T
—ODHENHEDGFEERV SR —EOAETHLZ L, L, BZELIEX 1 HOBREE
ZEEOH CHEHGEHNZHE 21T E K L TV DRRE G T AR S 6 7. — 5T, AR
Ct ZBIZHL > THARIZERS L T DERITIRRMHFRELUZ 27205 5 CIBOT6 D X 9 7200 F &1k
ML ED Z RN Y, EO X HIZFDOFRBZIHI L TWHBNIZHOWTIZA SN TIE
72U, L7230 T, v Rk, ARSI XD CBOT6 FEERINHIEAE & BH &M > Tl
ZET M EE LB QW ENEIIRERETH T L EHEHT 2L H D0
H LavZau,

HiEF

AMFFEE, B REEREBR A S FERE R A BAERAFIE=E D A L /" — Dl )
DL LT E L. £, RA Y~y 7 AT T 7RO Paul Schulze-Lefert &+,
77 A INRA @ Richard O’Connell {1, 78 BRI PRI PRS- O FGEHEN #iz 5
FOWFREA NI R T RmEHY £ L. Z IR L UEHOEZR L ET.
AMFFEDO—ERIE, AARFIHRBESEI e E S IST MR OB & 521 TITWE LTz,

5| AR
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Plant-microbe interactions in the plant phyllosphere

Abstract

Plant leaves are colonized by various microbes, including fungi and bacteria. While most of these
phyllosphere microbes are not directly harmful, some can be pathogenic to plants. We are interested
in plant biotrophic fungal pathogens, which secrete effector proteins into plant cells to establish
intimate relationships with their host plants by suppressing plant immune systems and modulating
metabolic pathways. Since the infection hyphae of biotrophic fungi are encased by membrane
structures, the fungi need to deliver effector proteins into plant cells across these membranes.
However, it is still unclear how biotrophic fungi deliver effector proteins into plant cells. To uncover
the delivery system of effector proteins, we focus on the extracellular vesicles secreted by the corn
smut fungal pathogen Ustilago maydis. In axenic culture conditions, U. maydis secretes extracellular
vesicles during filamentous growth. We found that the extracellular vesicles of U. maydis contain a
large number of various proteins lacking signal peptides and long noncoding RNAs. We present the
current progress of the possible extracellular vesicle-mediated delivery of such molecules and its
function. Besides studying extracellular vesicles, we are also interested in fungus-bacteria
interactions in the plant phyllosphere. We isolated some culturable bacteria from the leaves of
Arabidopsis thaliana and assessed their contribution to the virulence of the anthracnose fungus
Colletotrichum higginsianum. Among these bacteria, we found that the non-plant pathogenic
bacterium Chitinophaga sp. facilitates the virulence of C. higginsianum. We would also like to
introduce how such bacteria impact fungal virulence.

Key words: Ustilago maydis, effector, extracellular vesicle, long noncoding RNA, Colletotrichum
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1. [ZCHIT
TR X, SRR BAY 3 HAF L TS (Vorholt, 2012; Remus-Emsermann
and Schlechter, 2018), 1F& A EI3EMIC & > THEBE 728 % KIF S 7208, —HBI3HE
MNZ & > TRIRE & 725, BRA RREEOF TS, MR E O E 72 R R E O YL
LB HDTHY, EEREOT CIHEDFAEEDORGAEA L FOLON L LN TN D
(Fisher et al., 2012), &AL, £ E T-HEHIREIZ O ARG RNL T D FHAEFRXTH 5
(Mendgen and Hahn, 2002; Meadows, 2011), Z OHEY) & OEREE 72 BRDORENLIL, JRIFH
W DO OWEIZL YD . HEDFIS B ES TR TH L B BbND, ZiLE
THFRANC, RE D W D i) T EIV NS <, OREBERARZ LRV ETh D
T 2 B =R N AN, FEWHI 2 B ET S E & L THEREED BT E 72(Lo
Presti et al., 2015; Tanaka et al., 2015b; Tanaka and Kahmann, 2021).

FH OIX W LR O EMSLII DD L TRE L B
CF B EEHIIC. D S AR AR TS | )
%?%D3V%ﬁﬁﬁéiﬁﬁﬂkbfﬁw1%50F?%mzi
ERRENE L, AEIRERO PR T, BT FTRE BRI &
LIS | TR L DA ETEIT) I ThH D
(Brefort et al., 2009; Matei and Doehlemann, 2016), &4z kv !
B &L Z &N DR IR OfEEM LT Y (K1),
WD TR ) 710 75 L o 7R A I X 2
S5 (Doehlemann et al., 2008; Brefort et al., 2009; Matei et |
al, 2018), %"/ LHITIIHE OMRERANI S » /S B — R
SNTEY, —EITEEF7 7 AX—%F L T A (Kamper et |
al., 2006; Brefort et al., 2014; Navarrete et al., 2021), I ET 1
FHOIL, AEICBWORFMECTFS T2 7 =7 X —X R0 EORIE L HSREMHT 258
I, K ~DFF RSB E R ER 2R T 2T = 7 X —F B eWE LTV D
(Brefort et al., 2014; Tanaka et al., 2014; Tanaka et al., 2015a; Tanaka et al., 2019;
Tanaka et al., 2020; Schuster et al., 2024),

TEEFADFHEE LT, RA LTSRIRE O RESR AR LD mEN TV D &9 1
NETFHNS (E2) (Petre and Kamoun, 2014; Lo Presti and Kahmann, 2017), ZD7=
D, BR T THHTT =7 2 =2 3R, MBS NTZDD, ZDOE E TIHEY
AR - 3 LA~ & AT 2 2 LIS TE R MR D Type IIT F3iEE D X 9 7k
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£¢ 100 nm FEEOWUNERI T V) | MM /3 S 415 (van Niel et al., 2018; Kalluri and
LeBleu, 2020), WEBIZER~ 727012 NE L TEY | EOEENZ DUV TIIEMW ML & HiiZ
HFZEMN L <ED HILTND, FRT, EMHIIROBTIE, IR/ NIz B (RO 2 B
VIAEND Z & THNESNTWA T2 T IET [0 FOEDE] & UTHIET 25 Z &3V
5TV A(0Brien et al., 2020; Herrmann et al., 2021), & Z CTEH HIL. 4 —ii
EVV9 crosstkingdom DBHRIZIHWNTHHIIMIMEN T T = 7 X —F T EETLH &
L7 folnEdEiE & UCTHRET 2 LW O E S L2, 200 AT 5 Z L % H
& LTI EIT > T D, AfaTld, E OB OUWTHEIT L2,

Fio. FH O, FRE MM OHEAERTST Tl BEEICBT 28EY —EY
B EAERICOWTH B A > TR ZT1T > TV D, FEEERE Tk, RO E & 15
FhE) & OFEAERT2T Tl < | BN BN AAET 2 Z OOMAE LOMELER b
FET D & E % 5315 Vorholt, 2012; Chaudhry et al., 2021; Schafer et al., 2023), HEREIZ
B TR EEIFET DA THE TH 5 (Lindow and Brandl, 2003; Whipps et al.,
2008), ZAVHHMEDIEE A EVIHEMNT & > TEBEHNZIRERE & L CTHEREE T, RERAE
IZBWTEDIFETEER I TR, LN LEE BIL, 2 OIERFEME SRR
W B NDOBIENR S DD TIIRWDNEEZTND, ARRO%ETIE, WEE» D HEEL7-
FERIEMEIE &R R & OFRAEAERIZ DWW T, BIERD FLA TWANE TR LZuy,

2. FUEDIVERYEEICT DMV IMBOREL A 2 2 gy
Jo R FE SR DA IMEADEENZ DWW TR D720, 77,

k7w 3 VERRE D OIS MaO BB AR AT, R
Fu o BERE OB AR BV IR R FHE 2 S T
119 2 13 LV BB SRR T 5 AB33
FRIL. BEEAR/NEHIC RV TR E A AR LT E R
EAATH 2 ENARETH 5 (Brachmann et al., 2001; Tollot
et al,, 2016), Z DS THEE L-isE Higa 7 V2 — A
L7eOBEELEITY & XLy NOEKIPHERI N, =
VAT IS L BlEE 5 b MvINERIBlER St (B 3 FUERALRE
3) . F. BONERL Y MIOWCTH JRIT h T vy | REDEISNNM
Tt o728 2 A, XLy MIERE 100 nm #HuhE Lz —=------------------
RFEHTHD Z ENP BN T, ThaEfilddal L, Z o7 Bofhitls X,
RNA #2147 ENEN 7 v T 4 — MiTis L O'RNA-seq fifAT I 25 L7z, 2 OFE R,
ARSI ZIX 2RI & X7 B EL, K8 FNX 7T NR_TF REF AR 720
DTh-oT-, 5T, MM IMEIZIE mRNA 1 X UO¥EFED long noncoding RNA 735
FNDZENHLNII ST, MV MaEBEEES 5 T2 ODOEESLF TR, =7 = F—
BGTFIIFRHLL QR 078, BT 7 = 7 2 —E 5T 2 R4 5 BB A {E
HU., 220k BEEEL -/ Nalc =7 = 7 2 —H RGN G END N E T AR
Ty NCHER LTI ZA, 2727 B—R N0 ENBH SN, 2O ns, =7
B At A/ VAN I = VI I B e an /5 -yl R QARG 11} [ 74 VAN T B
SRS DIMFAET D T E DRI I T,
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3. MBS MaRE FICJSIET % % o327 8 INTEGRIN-LIKE PROTEIN 1 (ILP1)
AL MEOREIIIEE BB TR S D720, IR AT O R c Y45 =
L N A[RET & 5 (Morales-Kastresana et al., 2017; Andronico et al., 2021), gL/ Mass
AU E D IAE N D E D D, Sk Lo fifash Ma s v r a ko~
0 hFTRARNEHEEETDHE, T R TR MNlaEN S S, DT EnD,
TP AN e it 0 A ) 2 S s NE S
D2 ERNMER SN, ko7 e T A
— DT OREF D NS M
W OMORERERTINE X R T R E
FNTVBZ RPN TS, ZH |
DIZOWTEE T REREEH L, W |
JFEMEPMETT 20088k LT-, TD i

fEd, BE—EEENTHD ., N Kigo
HEIEDA LT 77 D N RIHA & 7=
WiE & FFo 2 /87 BB Iﬁ':/ﬁ < tbf: 4 FOEOQDERFRAD ILP1 LOLXESY

(B 4) . SOWRZ YT HE L pmn s oo B
INTEGRIN-LIKE PROTEIN 1 o2 !

(ILP1) & L., XKIEEEHCROMIAN Na L fE 7 a s 77T 2 NIRRT 5 & Mo
AN RIAL TN DI, 2O D, MiEsIMaOEE L2 X7 EM, R
Jafss e OMASERICEE TH S Z EOVRE ST, ILP1 [T AFERIOVHEZIZLD &
LT (B 4) . HTEICET DMOMEREIC DS L~V TRl= 2 7 EMRFE ST
BY . W FAECEER2RE 2 Bl L QO D ATREMEN S 2 HivT-, Bl BV i,
A 770 D N KT Extracellular matrix (ECM) & OFHAASER 2N HAL TV D)
(Kanchanawong and Calderwood, 2023). ffilash/Ma Bz b1 > 727 ) U 3FE L, ECM
EFHAEAERZ RI=d 2 L3RR E LTV S (Debnath et al., 2023), HifEIX, 2o ILP1 ®
N Kbl L fEET 2 VA RER 05 FOREER, A BRETEERIE L 7 a7 4
— MM Z A A D TRA TN D,

FYERICERRE AL¥ESVREA

4. s INEIZE 415 long noncoding RNAs
EANE 7 & Tk, MRRAV IMEIZIHE S 7 RNA & 5 2 &l ST s (Wei
et al., 2017; O'Brien et al., 2020; Garcia-Martin et al., 2022), [FIEEIZ. HEY) D95 E B
SeDOMIFES MRSy T RNA NG EN D Z E BT A (Cheng et al., 2023), — 75,
kvE v o BRUEEIL RNALENEZ 2 — R 2867087 ) A DS RELTWDHTZEH
(Laurie et al., 2008; Laurie et al., 2012), K577 RNA AR SN D NIARHATH - 7=,
FF O IE, AEIL RNase T2 FEEIZ L 0 UlEr 4172 tRNA Wi 2 /N CL &l AR LT
BV, F7= tRNA Wi ~piw s b Z & 2B 57N LTS (Yoshimoto et al.,
2022), tRNA ORIfNJFTEBIZZOFER) S | tRNA BTRTZ0Wy M & LT ST
% &P LT 5 (Yoshimoto et al., 2022), ZiHva AT 25 XK 52, Mifash ) d RNA-seq
FERTCIE, tRNA Wi O L 5 722K 7 RNA OFFEITRRD Hiiemnote, & 24, Hily
A INEIZ I3 28245672 long noncoding RNA (IncRNA) 3G 15 Z E R LMo 72,
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INHDE T e avERRE S ) AOBGEEENHIRE SN TR, e
® IncRNA @D 9 B < IFFEFITHE LUV THRILL TWAH Z Ebi->7c, Ziuh IncRNA
PEBF L LTIIEL TV DN E I k) —HF o om |
v N TCRZE 2 A, TS A XD RNA B S, %5
7 IncRNA (25U \C in“situ hybridization 2175 &, i 1
SN THEERLRICRE L CTVD Z E MR S 7= (B 5),

Z O, MINZA A% S A2 Multi vesicular body T 1
HDHEHEM LTS, hUEr o BEYEEO IncRNA 13, !
RO BRI BV TOHBSIBRAFS TR Y . B
IR LA OB TIHREES NI RN IZ SR o Tz, 61T, !
RNA-seq 7—4 715, 25 IncRNA 1T Poly-A {Effid & |
NTOARVEORIEFIZS N T LRDA ST, N DN |
IncRNA G:ob\f&}’c\ ERRZ Poly-A (EHfiA ATV T i O —

Eh, FEBRMITHER L T\ 5, Wil £ Tk IncRNA N

IZ Polll |2 X WHRE X4, Poly-A EffixZITHHDMNL L ___
& X TV A (Statello et al., 2021; Mattick et al., 2023), ZD7=bFEH HIX, FUERr o
VEFHREO IncRNA 23, EDO L ITHRE SN TV AT OV T HELEE > TW\WD, £
7o, hoEn a VERREICEIT D IncRNA O, JRFEME~OB S 257, BHEENEHW
FHEICAEH L, 8555k A K S22 BRZEH U ORI 21T o 72, EORER.
REMEDME T 2 b ODHER ST, BIfE, 215 IncRNA OREREZ IR 5 NZ T 5720,
IncRNA & 5ied 52 "I EDRIEZRL TS,

5. HEEED & BEE S A7 FER R EE DS R RIR B L 2 - 2 D

ZZET, hrEw o EREREOMEI MaE I LAY & O BAERIZ W TR
L7, —H T, FEOIE. WRE—HWREOMEBLERTE T T2 < FEWRIEMEME — R E
M AERAIC OV T HELE S - TR %
ToTCW%, ZOMAERZMZET 2 LTI,
Y EA XF AT L E UGS HIRIERIR
W CThodT 7T TR RIERAE
( Colletotrichum higginsianum ; UL T
Ch) ZFEBMEIE LTHERL, 9. &
1A X F S OHED B EFFE AT RE LA & B
BEL7-, ZOHBEL/-ME % Ch OfaT &R

C. higginsianum  C. higginsianum

L VRAXFATRIHRL LT, VA X v
F AT RO S T IHET R A 07 L7 Chitinaphaga sp.

& A, ME AR Do 725X (Le. Ch 6 Chitinophaga BHIEFETI<H1T2
DFH) L L, AREISHEEmEN K E <72 C. higginsianum DIRRME

HAUEN ROM o7 (B6) , 7 MR % L oo
1To7c L 2 A, ZOMEKEIX Chitinophaga JBHIE Téh 5 Z L D3 ioi -7z, Chitinophaga J&
FEE I THEIZ & > TIIIRREMEOME CTH D . Fio B 8B HEERE STV b (He
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et al., 2022; Han et al., 2023; Trinh and Kim, 2023), %7, Chitinophaga JEME DIFE
DIEM DGIE ) TR E DAL T P — AN KT 9 2 & T Ch OGeMiEtt Sh
B A[REMEIZ DWW TIETT A 72D, RNA-seq (2 L DRI/ Y — D a7 -7z, LL,
Chitinophaga JEEDIFIET « IEFIE FITB W T, HWBn T ORI X — N RE 72
BT SR> T2, IRIC, Chitinophaga JE#E DS Ch (21 H O 2% 5.2 T 5]
REMEZ MRt 2 728, Chitinophaga JEMEATAE FCO Ch DEREEKEZ AT A R T A |
THIZE L, TOME, BE 201N —DODMNEMRBPIERINDDITK L,

Chitinophaga BANEOIEE T Tl 2 DHOf R (CIRAFHER) PERIDER SIS 2
ENHLMNT -T2 (B/T) . Zhud, )

WK VIR SN TIREE E TR ST 5 2
E3PMY . Ch DEGUREIZ L VB LTz
AR 3 2 BHEICRI R LT s & PSR
%, F7-. Chitinophaga JBfiEIZ Ch 721) ~~-""""""---"""--TTooommmmmmmmes
T2 <, MORIEREIZIBN TS, IR ERRGHEPIZRER b S 2 L, Iz
THFF L TO PRI RS, FHH OIX. Chitinophaga JEMET T T2, Fl—D
Bacteroidetes FAIZJE T DMMOMIE b [FEROB SR 25| S Z T LW HREZE TS, —
J5C., Proteobacteria FHDOFIEAETIZZ DHRITR. LN > 7272, Bacteroidetes 4
DOFE WS DT SEDOMEIC LV FHEINTWD EPRREIND, BIEIL. ME W
THWEDORTER LN MEIFE P25 Ch OIS T-IEL S — o OfRHT 2 3 AT
%, F£7=. Chitinophaga JEfF %5 H1= Bacteroidetes FADHIE D, HIRF D HE0HEIC
ETUE EEBHNITIFAE L TN D0 E T, HERAIZREEE S - OGN BV CTHEY
BEL AL, MEMSERT 21T o7, ORGSR, Bacteroidetes FAOMIF X, 11872
TR, BB T L<mE SN, 2, o —T7 Sk b, BARROHEY)
DA E OREFR & 6 & L7272 (Wagner et al., 2016; Massoni et al., 2020;
Liu et al., 2023), LI EOFERD G FEWHEREN BN AFIET 2 IERIEMEREE 23, RIS
72 EOREYIRE OREICRIBRINZE S L OB RIEERH H DO TIHEEZ X TN D,

1 Chitinophaga BHIEFETIZHEITS

DA =1

C higginsianum DREERZK

ST ORBTH Y | 12O KA | - o2 |
BABEEHLTVBZ L ibhot, 20 || ) & |
L5, Chitinophaga B, Ch »— ! 12 :
WRATAE AR 2 (T L SR & #b T e -~ ® |
B2 & VR ST, M OB Fc ! % |
UAHBTRIIRIEA L DT = e 20h Al 1 Higaisinin. C gamsantm
AW BT O kB EHRLT | M i
Vo, EBIC Chitinophaga JEIIL, Ch | Chitinophaga sp. !

6. ZIC

FEEEI IO R DO AR 72 RIS A S B SN TR Y |, BEREIZIST DA BEVERIX
RSB AT DO TR EAERFEDEETH L LEZ TN D, FEHITIINET, £
IR &R O BEAERIZ DWW T O EZI T CETBY, BUEChb =7 =/ ¥ —X
2R ERERERE DEEHEIE I OV TR L2 FF > THFE 21T T\ D, LinL, EEHA
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How do we describe and understand the “individualities” of cellular responses?

Abstract

Plant-pathogen interactions are initiated by the "recognition™ of each other's presence and undergo
various transitions over time. For example, the plant immune systems, such as pattern-triggered
immunity (PTI) induced by the recognition of pathogen/microbe-associated molecular patterns
(PAMPs/MAMPs) through plant pattern recognition receptors (PRRS), effector-triggered immunity
(ETI) induced by the activation of NLRs upon specific recognition of corresponding pathogen
effectors, and systemic acquired resistance (SAR) triggered by local pathogen infection, are now being
understood at the molecular level. However, plant immunity per se starts from the plant cell that
recognizes a pathogen and evolves into various states through the surrounding cells to the tissue and
individual levels, and the PTI, ETI, and SAR described above only define a characteristic part of the
spatiotemporal transition process of a series of immune responses in plants. Pathogens are also thought
to exhibit virulence in various forms dynamically while attempting to multiply themselves and
suppress plant immunity in the process of interaction. Live imaging is an important tool for correctly
capturing such phenomena that involve spatial and temporal dynamics and understanding their
molecular mechanisms. Using the patho-system between Arabidopsis thaliana and Pseudomonas
syringae pv. tomato DC3000 (Pst) as amodel, our group has investigated the spatiotemporal dynamics
between the two organisms by using promoter-reporter strains of marker genes, which are indicators
of plant immunity and bacterial virulence, aiming at uncovering the molecular mechanisms governing
them. Various new findings obtained in the process will be presented.

Key words: plant immunity, pathogenicity, Arabidopsis thaliana, Pseudomonas syringae pv. tomato
DC3000, imaging, systems biology
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1. [FC®HIC

T & IRIFIR DM BEAERIZ AV OIFAED 587 (2K - TRth S 4, FEf]ORGEIZ -
THRA B LT, BB LT, SRl (IREY) (Z)A < PRAF S AT AR
Wy -3 — > (Pathogen/Microbe-Associated Molecular Patterns; PAMPS/MAMPS) 7MiEy%
[ DK — Rz 24 (Pattern Recognition Receptors; PRRS) (2 & - Cidik S b 2 & T
EL#HT 5 pattern-triggered immunity (PTD)X>, = PTI Z#if| L TGz L S/ 57201
WMSID EFZZDBNTWDRIAT Y = 7 2 —DIEM %, FEWRIaP OG22 8
(nucleotide-binding leucine-rich repeat immune receptors; NLRs) (Z L - Calilkd 5 Z & T X
N5 effector-triggered immunity (ETI) , & SIZIFRFTZRIRFEAEIUC L > TEH 1L~YLT
PHE XD EEESHTHTME (systemic acquired resistance; SAR) 72 E D K D 7 S F X FE /0T
VAT BV oL TR S o0 b B.

LML, AK, iRm0 U fiia s Hae £ v, 2 O BLIAE ) HRE
W, BRI LER 2 R TRIE - B LT Lo TH Y, Eiko PTI, ETI, SARIZ
BALTH, WM & - TT—HEOIRE ORFZE M 72 5B AR O FHE /i 2 EFR L2 b
DIZ|EneE2xohbd (M1). £z,
RIFARIZBE L T, HAEEHOBERICI
T, BHOWEZRLLEN D S F SE e
TR ZFEL, LML LS &L
TV EBEZLNTEY, BEOLRLT
B (FBRE) $E TILSZLT 5. 2o &
I IRREZEIN A A F R 7 A BNET HHIS
ZIELSIRZ, OO0 1L BiET 512
XT7 A TA A=V TN EERTFE L
5. Frxos—TT, vaqxsy @
& Pseudomonas syringae pv. tomato DC3000
(Pst) & DMAENEHFREZETVE LT, W)
TR ) DFRIE L 72 D~ — T —iF
o7 ae—F—LiR—Z—KKEHn5
= S CHFORZERNS A T 7 AZRA, g1 o mamss e L OREE
TNDE AL TG IITT DITEEAT () mruormsmRsy. B@mEsbZLTHE
2 CETe. TOWRTIRONIAROTHL  gongys ~ ottt spROB ORI AL, ©

\VAPAS
EAITT 2. BIE BB EMALDEASAD S FILIZEY . TEEIZRC

TRELBINEERT.
2. BERERIG

IRFZZ RN S AL TV DR OBl & LT, b K<EIDILTND & DD DN
J&St (Hypersensitive response; HR) Td 5. HR 1L, HEWRIOHH TSRS 10N RERA IR
KT = 7 Z— %8k LT IR IS & 2 ) 7o iiia o B &%, 772 Hususiitiiust
(Hypersensitive cell death; HCD) % £ 9 58 /17208 D = & TH Y, ETIHIE- TR LN
Z EMZ\ (Balint-Kurti, 2019; Mur etal., 2008). —f%1Z, HCD [ 3RFUAD YL & 5 7= 5L
D L JELOMIAOA TR B, F72 HR S D B E{E 77881 H HCD EIZRR
STROBND Z EMD, JRFETRERIC X > TAE L 20 SO 2 T2, FRRZERFHE <
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NIBHESNE TH D &2 D (Kombrink and Somssich, 1995). $£7z, HR #HEIZIBUVT
FHRNVE L THDLY Y TR (SA) DEERY 7T NA5FE UTHEIET D2 Z & 0F5
ALTHY, YA TARR S IV SA 3 Z OJEI OFEGSIII IR ARl A TR T 5 2 & T,
SA BEIURAFELC, iR 5 HCD, PR 738, 2EDRFLEINDLENHIET
JLIMEB STz (Dorey et al., 1997; Enyedi et al., 1992; Yan and Dong, 2014). L72>L, %
?D—J5T, HR FHERFHIIE SA LIRVHARSHIBIRICH S T LAMBEN TN DV v AE R
(JA) BNERT D Z ERETIHEIC JAMENEE THD Z L b Sn Tk, Yok Hic
L T2 DG THWNIHHTT 5 SA BEWNIA OV 7 F /LR BIRIRFIIEM LT 2 D
B Cdh - 72 (Kenton et al., 1999; Liu et al., 2016; Spoel et al., 2003; Tsuda et al., 2009).
ZZT, MANVES TR O~ — I —Ba AL T R4 — L AR—F—n
A XFRAFE/EH L= (Betsuyakuetal., 2018). & 512, HITHEZ 7AW %, REHICIEST
HIF A DT T ARG REIRA A —D U TR BTG L, ZDOR% T AwRpr2 %
D Pst ZIREGLIHTo v A XFAFHEL 40 FFRIZTE-> CTEIZE L7- (Betsuyaku et al., 2019,
2018). ZDHFER, EYLEISEL T SA > 7 /VRkIENE 2753 Pathogenesis-Related Gene 1 ~°
2E—%— (pPRI) {EMERA—EINZ EH- L, Z® pPRI iEMALAEEAZ LY BT L 512 JA v
T I IVRRRTEME 2 7R Vegetative
Storage Protein 1 7" 2 E&— 4 —if
PRI — B A TS Z &,
F7poh, iRV AT IBEIRIC O
4 ZODRIVE LTI
PRl —BERN D FL 72 % N TR
IZIEHE LS TD Z & & R

L7 (X2, Betsuyaku et al.,
2018). = D% LI, ZeR I % B2 HREHZR5N D SA RE LU JA TV IV BB LIRS OBHER

2 = &, At L D AvrRot2 {78 Pst kD ERETAEEIZLS HR T, SA BEU JA RI&EM

B _pPR1 (SA) iEtE{LsRs:

Iﬁb\*ﬂﬁﬁiﬁ%

~ pVSP1 (JA) Et{Laiis:

4 O PR AN TR Tt e = L LR TOE—S—EM, HIBED; SA, FLER JA ELVSREIDAIK, 2—>
ffﬁuﬁ‘a—é HLOTH HoT. &ELTHCD $8IEEAIZI’RNS. (K Betsuyaku et al, 2018 LUThZE)

3. MEREIZBITET74 L7 LFLUDOEE

IR DFATINF-E LT, 774 T LR o BRI <abn T % (Ahdjaetal.,
2012). 77 A M7 LR b, KRG EDO A N LRI L o TS T2 AR -
FHET I T OhE S _RAREHEEMORFRCTH 5238, Z1 6 OPUEMEIZBET 2 MO
Z ALRIRERFRIZ L TOHDOTH Y, HEWREME I 2ERIZBE L Tdd £ Y
K< oo o TV (Ahujaetal., 2012). >R A XFAFOT7 7 A KT X ThHAI~
L& (CA) 1TZDKRTZHHDTHY, CAARRIZHNERY N7 vl Pas0 € ) AF 7
J—+ CYP71B15 % =1— R4 % i&{sF Phytoalexin-Deficient 3 (PAD3) D /KAEZEFARIZISU
T, Pst BN E AR & RO B0 2 E v, CA VL Pst Bl IZar G- Lgn & &
T 7= (Glazebrook etal., 1997; Schuhegger etal., 2006). L2 L, #T4, JpME Pst 73 pad3
FENZ BN CTEPARL I 0 & K HEGET 2 &9 #iE<0, pad3 fiiZdsv Cid PAD3 DFE
& 72 % dihydrocamalexic acid (DHCA) 23EEIZERE L, @ DHCA BKDS Pst HIgEhnHiRE
PEEFFOZ LD, pad3 i) % V- CA OBSREMRITIZAE 72 O TIX2W s E WV S i b
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HTHY, RIZEEL TS (Kempthorne et al., 2021; Rajniak et al., 2015). % Z TH 4 X
A ZRFEET 58 LY 0 & LT PAD3 7' &—4— (pPAD3) D% 'ﬁéﬁ%ﬂﬁﬂ%ﬁ%
iR A Rf D, pPAD3 Lih— & —fEMAAEEE L, Il Pst 2 45FE L CRAAT 21T /2 o712, &
DOFER, BEREEIE0C CA AR 2 pPADS iEMED—BH) ERER R 5N D 0D, #
FRAEILPNES Tl Pst OFF 111 B3R (T3SS) (KIEAINC Z DIEMENSTR S I S5 Z &
R L (B D, BEERT). — 5T, —RkiitE~—r—@arEExonb
pPRl TEMERS, PADS3 i&{m1D3EBHIEIC B> > T b WRKY33 7' n&—4 — (pWRKY33)
PEVIRERE IR NS C B AR NEMERE RN A 5D 2 LD, pPAD3 IEMRE BB TH
%5 &%x IS (D, HBEMEGT). BEONTA A=V 7HITO VT, ERS R
RPN Tl CA DWERE LW L R L2 (B S, RERHEEY). 51T, CA MR
BRMHEATFANTTR Pst ARG EZ R T2 &6, £HE 8 PstiZ & > TILT3SS %
I L7= CA BRI 2SR FAMM L DS T > 7o ATREME 2R’ LT D (B S, R ).

4. DRATIYIERENE

ARG 59 DR DI
3k & 2 NAERT T RS 755103
B4 LT\ % (Yamaguchi and Kawasaki, @9@@
2021). A D~TF RBRVE L LTXE
CHLNTWDH DD — DN,
CLAVATA3/EMBRYO  SURROUNDING
REGION-RELATED (CLE) Eiz+ 7 7
XV —T%%5 (Betsuyaku etal., 2011).
A XF AT AL 32 a—0
CLE &5 MFET D 75> CLAVATA3
(CLV3) IcfFEENDH L1, 6o
FEAEIETAY 7\7,&,14&%72 E, T
DIEREZARIZIB W THERE L TV D Z &
DHIHALTUND (Betsuyaku et al., 2011).
L, vuaA XFXF 0 CLE2S |FHz
BEMPE & O FEAEMFRIA B L ASEICEE- L, 612X = 7% @ LjCLE-RSU/RS2 73
ORI & OMBEAERICE G LTV Z 2 bmbnd X 21272, CLE & 2NREMAEY
& O AAERICEE 3 2 Al eI B2 R 724172 (3, Okamoto et al., 2013, 2009;
Takahashi et al., 2018).

Z 2T, a3, CLEL-7 ITH R L THEMIDIEISE~DOR G- 4 i& L7z & Z A, #7Z CLE3
FWHNTY X —Th D flg22 ° Pep2 MU, X 51213 SA LB K> T FEIND =
EERH L (K3, Maetal, 2022). F7=, CLE3 FFEREBUIMREHEE d AR TH D,
SA WUz K 5 CLE3 Z38#551< NON-EXPRESSOR OF PR GENES 1 (NPR1) {&77aY, flg22
RLFRIZ X % CLE3 Z8Hi35E1% FLAGELLIN-SENSITIVE2 (FLS2) ¥ X O'NPRLKIFHICTH -
7= (Maetal.,, 2022). =512, 13 SAMENZ L~ T, Hi BT WRKY33 OFRENFHEI N
HZ AR U, cle3 ZE{ATIE WRKY33 J8 5 LA 0NA IR &0, AREREFRAY 7R
CLE3 #5858l 1 S WRKY33 B ELAFHET 5 2 & b L7z (K13, Maetal, 2022).

ity EER
AR

3 EDCIEEMMR N RAADIEIZREET 2R iE8 CLE >
VNk

IR EA~ OB SN KON S CLE L5+ T 1 TH
B0, WEYORIERA M R ITIGEL TORS— L& T )Y
JHBICED 2L DLEET S
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WRKY33 % SAR OHMEIAT-& LTHELILTEY, LLEDORERIL, CLE3 7T RIMEHER
ORI EFA~OEE B HGIMEREICEE S L WA Z LR R LTS (K3, Maet
al, 2022). X LIZHIMGRNZ L2, BEICODTZD 74 T A A=V TRRATIC LD, BER
SA MR AATI2 » T-AEM O EEETIE, pWRKY33 IV AEASEIAIIC 2585 2 & AR
SN, HUE, ZFOHSRE LT D50 FHEOMITICE D HATHD (IS, RIER).

5. fELE M0 A

ZIZET, I<HOLNIAEMRIZEDOBRTIIH LD, T4 T4 A=V 7HiE W%
ZETHIDTRIIENIZZ &, <KW TE L L)oo Z LA LTER G OIS %
WARTET, INOH0ND Z LI, T IIRREA & O AEA/EH O CiRgZE
FRICHII SN TND Z L THY, 2D ENERER CORMDELFZ L > TEER LD
ThHEEBEZLNDZETHD. ML ST, YO CRAINHZ MBEA-45 72 BH1E
ISEEATH 2 &R, FOML, S OITIFRIHNC RIS 52 Z SIFEETH D L,
SA T 7 I INVROIEFHHEHAVE RN Z R CH 005 X O, SR sl IiEME L L7
WA = XLPFET D 2 L INEGITHEER SND . 2D X D1, BRI DOFRRET G
CTeZ OfiliE &\ 5 i, BE S A 0OMIER S 7 Tz k> ThEnTn
LHDEEZBNDD, SAR 72 EOHIEIK I, 21X HCD fEdin/s & v o7
PTEERECE K & DITRTE L Do TRV, BERDO S D 3D T, 5% OMNTIMFIZi
HEZATHS.

Z D LD IR AR BAEIZEE U CHE 0 B IC B W CTEMEDSEE A TV D D73, TEREIZRK
DB THD. ZONBOREE LTE, SV RTCIES D 0MFEH 7R AV EE T, f1
s, Jbb, KB, WER EKAMIEFEORER] &, KRN TEIL SRR 6D 2 EL
(Bt D CH L L ThHhDH. 02w, MM AERTIC LT, MinBlss®E
PR AR LT, R T2/ EE O TV TORE OMINFER L0V ) & L
TIEIERBED OO IMTONTE 72, B 25 &, R Thh2 Wk lao [
PRI 23 5 BT TIBREIDR & 3BT 2 50 TR R DB S IR E T L b FER D, —
07, FEMEICBI LTI, (AR T L ORHEOEWNEIH D ELTH) MO EOENL T
EEDEZRTHY, PERMHMEEO TR & LIAAVTIEL TEfiFT 5 2 &3 TE 2R
VN, RGeS EIR R TR E T2 G &, IR RBCPIREIR L TR E 125 E T T DIRE b
2D ThHAO L, FICEMRBRORKTH, AT PCEARNT & TILMIIERED 272 5
TeDIFRIZISEDIENR Y b ED > TL D EBEX BND. HWHREIZBWTE, WEIKE E
i L7z s & LT, FEnoidstilig - #hEion Uz Ui 4 5] 2 PR %
SN D EHER S NS, T, ARESCOMY— AR A O RE22 A HI BRI B L
T, FEFICHEBRR TR R I LS SALTW 20, R EW S I e
DIEFNTR STV Z W TR AR LT BT THH E HHE X HLDH (Andersen
etal., 2021; Cao et al., 2024; Emonet et al., 2021; Froschel et al., 2021; Marhavy et al., 2019; Poncini
etal., 2017; Wyrsch et al., 2015; Zhou et al., 2020).

RIS OAERRIC N T, Ll R Z 5eflk LT, Ao Oy 22 Rl ERA 2 L
T DHT- kAT & LT, singlecell RNA-seq £4ii 2 W= 8T 227 U 7 h—LfRHTIC K %
BB DD RIS T 138 5. %< DAEMIFRENZEM N T A7 U 7 h— LAz Im)
229, RERERE ISR W T B R i "~ — 0 — B oV e -4 — L
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N—&—f) & G THWD Z & T, Pst JEYLITHE D Mo &R ORSEMEIC D 5
B FHEORFZERIEIREZ B OGNS T 270 8, A% ETETEORENIFFINL7E T
&% (Zhuetal.,,2023). 7-77, FHE—F —LR—F— LW EINIKFET DB 1L, HE
HRHARE) DVEHOH 5 2 & D3 TE DB FEOHIR & W o 7o Bl O fRFUCE 5 2 &
DSRET BV, T DS ETAR Lo, single cell RNA-seq fi#tT CHHESIT =% < D
(B OREIRARR T COREL N2 — At 2 [F) CHR Y 71T, Lo Heligi) 22l 2 Enk
T BT & LT PHYTOMap (plant hybridization-based targeted observation of gene
expression map) NS SHL, ETI 2 —HIfa L~L CHREZERIFICELIR 972 2 LITRZh LT
% (Noborietal., 2023b, 20233). F7-, A A—Y  7HiiZHW\T LY, FF A7 U7 |
— AT — X REENRE 2 BORE 7 W K o TRERNCART 32 2 & TR R & £ DJEL T
DAL E DFLR I LT b s S Cud (Liu et al., 2024). U5 13MIEN O
MRNA 73R L 0 AiE M) 28850 2 LW H i8N ETH Y, 2o, IR
=7 P— (NGS) W DHEANR, &oi7cT — % OffrEEaIE B EEA HoB T
HEATNDLZENDY, 5%, FTETOREPURGINLG DB THL. W/ ofliks s
R0y GRS E DY) /il v~V TR 2 ik & LT, FERICH) 70T
27050 IR S ND.

6. —HIREIRMEIC & DIEEIEERSR

FROZER R T A7 U T b= LT Ea O TR oS ORI, FEME 2D
VAT LZEDHLDODOBREE LT Z LB EBZOND. VAT AOFEN BT DT80
XS E S EEBEERD TONDD, KHIRENZR S OREAR L RFEOBR O KL
FARSOIBRIFEBEAR & ORI T 5. ZH SIXERFITOREAR L U T b HEE
HLOTHDHN, BIGFOKBLOWEZHE WS T ENEHIR L OTH D720, ik
VT FIUGREY AT AOEROT= D DFRATIZII AR E TH D, F D7 OHIER AAERf#
MriziL, H2EM B2 5 EMOMBIRENR S 7% 2 T EME O CTORNTI NG < 1D
WS TE 7= (X4, Frank and Chitwood, 2016). F7=, RHEAI/REH Y — 2 ZoRkd
E—Z—% ORI S L IEFHENREE TR, 20X 5REMTHVLR
HZENRZN (K4). LL, XA TOMRRRN T ne—2—0F I, ~ 7T
D 72 ONIOFF HEINEE LN Z &0, FAFREME Y ne—4 —ThiuL, FHHIOHME~
DIZENEREEHNZ D H DOOW S, BEVEBROBE I ET 5 (X 4).

TEW S0 > AT L DRFZERIN 72 2B 2 R B 7o O DET VERR & LT, R0 i
INDENLTOMMTINEE L. ETHTIRIFART T = 7 X2 — 2l THRE S5 2 &
TP EARCHEET 5 Z LN TE 5 (Wuetal,, 2003). % Z THx 1L, —HIf L ~L 5
AT T = 7 Z —% 3B S CETI 28 S8 5 2 & TR/ TO HR 2358+ 555
IWEBCREMR T HZ LB 2T, EICBRT D2 B nEIRFIHFIRETT, 2,
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Fx BH L p F ASHBOTE (ALY ARREF ISR
SHBIENTH S EYCBME L OERERICIT : g

DT rE—F— PEEEMRT SERALOEE B EE @ rrarmnen
S
BAF L CE 7y SRR
oA XAt E i —
’ ) feins
wmf@rﬁm N~ RIE L 7-—MHRaIR(E i
% .
R LD I 5 B MR TORGTRAMERME | | DRSOk =
fLL) B AR mmgg,,,-j,.
(LHRFEL AT L Freooprt> il
PEEI S50 MR BN TR 4
PRI 52
LRHIREL 2% --- g
X A ZHEY OB g v
HlehE M7 1 £
—Z — ORI HEERIC LR TRABRINTL 25
#%EE@ I//{/I/VC“ Xv)\doﬁ)# ET7ORI-DEELEV

D7 F v ON * Ha ECONRMERN— IR ET RRR R~ LS HBE DR

OFF lﬁ‘ﬁlﬁﬁﬂ A 5 % AR, (HI& Tomoi, Tameshige et al., 2023 KYHZE)

Pz S, —H

B L~V TR EBIE TR BLZ BYECE DT 23RN E L 72 o7 (M4). 22T
HxlL, %, A7 b X T 4 7 A EEIET) & LTHEEZMRD TWAHICIER L.

FT N RT 4 7 ALNE, FRIEWSEICERW T, M RO SR E S F S FITK
2L CEWMIL CHELSE, FEOKRRZFF Ot —Mlu/ SR+ 5 2 &Ik
D, ML~V TEIEFREEZ 2 he— T AFINOZ & ThHhD. 7272, EnbiR
IEOHHEIR & 72 o TRETIE, WAED T 7T VR & OIRAROT=9, At A7 4

TR =R T 4 7 AR OFNHIIREETH -7 (%14, Christie and Zurbriggen, 2021; Ochoa-
Fernandez etal., 2020). —J5, BEMUEEHET F CEERY—HIRUC RN L —F —Z M2 Z &3
T& % IR-LEGO (Infrared laser-evoked gene operator) &9 3EENBERE S, S FEIF0H)
FEREICB W TR L e b —fildCe — hora v 7 28 L CRUNEME Y & — & —iHilf#
T CHMOBRG T RAZFET DHM AL L Cizizd, ex DI N—7TlE, ok
&2 O THRIMEIC L 2 — B n TR 8T 5 Z L #1772 > 7 (Deguchi et al.,
2009; Kamei etal., 2009). L YV R/ 20GHE M7 v & — & —flk (pHSP18.2v2) % AL L,
AT aA KRBTSRI (GR) @A CRE Mz 435 & loxP Fldl & fHAEhE, &5
2, BEL ORITT =2 ST — XA = AREEE Wil 7e L— Y —H W EOF
WTEDHXHIT LI ET, vaa XF X TOFRIED @Y VR — IR 7305
70 s a—)VERENIT D Z L ICRE L7z (X4, Tomoietal., 2023). ZOFEAZHWS Z L
T, WROFRLME - Bl - NEGHERY, ORI - FERHI « FLOMIaR E & vo
7o & F S EMIEFICRBWT, EUVER - Ml COBR T REEZFHETH &I
EH L CRY, BIE, /NN CO HRFHE RO Z D T D (X4, Tomoietal., 2023).
F 72 Z O—HIEEEANY, ML~V TOSR) ) v 7T s )y 7 B R0 s
THREEFEICHISHFRETH Y, S F S EAIaFE AERMATICRIR FTRE R, Bri- 7o)
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DFT "N 2R T 4 T A=W B EEZ B,

7. &i&IZ

AFaTIL, FWsaE ORFZEIHEREICBE L C, Teax Mo CEEMgEREIC, 4y
BT DT DEREZFIT L. HRRZ 74 T LT A, SAR 72, Wind
MEYRBEEE B CIE L B NIZEHR TIEH 5708, TNHHFLRII Tz, FFZEMEEmIc
EHT D ETEREERAOBERIBEANVEMBIGN D N TNDHZ EERLTWNDHED
=25, BT, NGS Rkl L7-2Ell b7 v 7 ) 7 b— AT OFBITEE UL, »
o, Higao HEME) OZdRTEE LCIERIT T 7L THY, WA EERICE
F D RFZERIRRIE 2> 5 OB OB 2 KE HED T NDIET THD. Fio, A TIE
D BB Z ENTE o712, JREABIONRIEMER 7O RFZE R OmI RS OB & FEH
WCEHETHhAD. RS, AT 4L 2L, BGPITiZR BT & CHYGEd A
FEREIRICBE L TR )WV o T R HE VU 72 <, Fxr DI N—FIZENTHME LD
TWA. 77, ARTHiN7=2< OBIa O at—%—IEMIL, Li—¥ —HYiiE
Mrd 2R 0 IXRE I Z OIEHALEN IS BN EE T 5 Z E L RE L TRY, ZH50n-oiz
HROHEAE 2 BT A 72D b FR—Y o TN E AWTZESA A —2 0 TS EE T
borEEZOND. b BAA, VIR—F—2FfTHZLICEDT—T 4777 FTHD
AHEME D B DT, Bz L AR—F —DRe ELHED TND. T4 T A A=V THk
EZEM N T 7 )T b= AHAROBEIZ LY, WYY BAER OBRE MR IR &
HENDHDPKD Z ERFHE L.

Bl

AIFEDOZITIZH T2, w CHEEE ORI S KW 12\ =720 T2, B EOTA A
—VUZBELTE, ) EEEWERTOHIINER S L ORBR EROB N L V1775
7. TIORRO—H L, FEARY, FEKT, HARFETORELEOMRRETLHD.
IR L TEHOEERT D, £, B < OLFEMIFEERRAGER & OF BE&RcidEm
WZHEGHH L BT 5. A65EE, B AFIRELE (22880008, 23780040, 16K14750, 19H02954,
23K18034, 23H03844, 23H03847) , Rl iR ELEE IS AR LS ZE B 2 (S &I,
ERATO, ALCA-next), FHEZEMFHIZERT GEREIFIRABIZE) |, BEEFZERT (—ApFZeBhRk)
72 EOIEA T TR L.
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Asai, S., Ayukawa, Y., Arie, T., and Shirasu, K.

Mechanism of pathogenesis of soilborne Fusarium wilt and its application to soil diagnosis

Abstract

Plant disease results only if all of three essential factors (susceptible host plant, pathogen, and
favorable environment for disease) occur simultaneously. Certain pathogens can infect only specific
plant species, so-called host specificity. Therefore, soilborne disease can be avoided if the host
specificity of pathogens living in the planting soil can be specified. Fusarium oxysporum species
complex consists of ubiquitous soil inhabiting fungi that can infect and cause disease in over 100
different plant species, which has been classified into more than 100 pathogenic forms (forma
specialis; f. sp.). Since mechanisms for determining host specificity in F. oxysporum are largely
unknown, it is difficult to evaluate which pathogenic forms of F. oxysporum inhabit the soil. Here,
we report the results of research into development of soil diagnostics to specify F. oxysporum
pathogenic forms living in the soil and mechanisms for determining infection establishment and host
specificity of F. oxysporum.

Key words: Fusarium oxysporum, host specificity, soil diagnostics, genomics
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1. [FC®HIC
DM 22 B QG TEPAM DT R PE ISR E R A KT L TV D, S BT,
JehE EEZ L E LI NREINC X0 AR EOYLRDPIRE S 4L, 208 Lo Rk pEl
NEIZE o TRERPEHEL 70> TND, ZOX D BREBRFIFOT T, BIEMOERERK L
LTRERBIGZHDO TN DLDOPRETH D, FrZ, THRYHPEOIREOHEFIL, HIED
ﬁmii%f\ﬁﬁmmﬁkﬁékzémk%ﬁ% HNEA TS, T70bb, HIEZ L
DIRURDZBREIT L DIRERFIAY e DI RIZ K - T, PEHEEROGIE L 72> 72— 2%
Zx b, VEHT21T O THEICBIT DRFORAETE (HHE2WD NrsRlceiud, #&F
ZINRICMA D Z LR TE D, ETo, WIREPRF ORI MLERR T, B LU DFIH
WA DN T D Z EDXNTEIUR, FrarORERIE~E DD Z L S5,
JAEIL, KU DLEREZ oY), ZNERTZENTE LR, 7206 NIRX
G% (CLELRBRBRSRME N E Ao T L ENCDRFET D, DF D, 1Y, FhE, &R
ZAED 3 SOER DD BAIZ Lo T, IWRDFAEDREIRE N i S, ffk
E’J@’Fﬁ%ﬂﬂ%i Do WEREOFELIIET Db RERERNT, #iW &R EOMAE
PETH D, FEOHEFEIL, FFEOHMFIZDAEG L TRIFIEDHZ ENTE, £
Z ME R RME) LIRS, BIxE, HRPR CTERL TR ELZSIEEZ LTV A RIRE 7
U 7 2 (Fusarium oxysporum) (2%, 100 LA L/ (forma specialis; f. sp.) 23F(E L.
LIVENE T DREYFRI TGS D18 ERFRMEDN R O D, Lo L, 5B OfE TR
EREREIC OV TTIF E A E Do T Wt SHEBYfifiT~— I —72 EEEf ST
59, HEPIAERT AWEET Y ?A/\Mﬂ‘”@pﬂﬂﬁﬁf% 7R, EE BN Tl
GLt RO IE I TFEN TIRAFDDOLZTE THDH LB X BILTWD A, 71 ?A’Eafﬁ
B AEFEMGE) (—KRAJHEEE) (T TRVDS, IREFMRERIZE > T,
PEORE R AL PE S O ZIRAOBSEER E N B0 2 YLK & W TG ARSI A FF D 803 8 5 2
EBA BN TE e, EFEMECHHAR a7k ([ LT Z0ko7%
Getafh% 177 28U —Ge@fR) LIRS, ZHVECTOMZET, b~ NEEFIHE F. oxysporum
f. sp. lycopersici (Maet al. 2010) . ¥ =v
VARG > 2 E 5 E F. oxysporum f. sp. B
radicis-cucumerinum (van Dam et al. 2017) . / % g A = ‘. \
X XY FEEFE F.ooxysporum f.sp. ’;\\\ N T L
conglutinans (Ayukawa et al. 2021) 7>5 % i \ 5% ‘)
IR L OE ERREDIRE L F] D T . %

FRAERRE . FARVEERE

7Y ) —REFRBRH I TOD, Zh - i
BORETHL, 727 2 ) —Yela Rpe sk & € e,
(T & EH « AAECITH BRI, S
FRIEPED ISR T A3 X ¥, T4, S0, gy 82"
) BT AR LT, 72 ) — Yk TN “

B FEAI DN AR > T&E T, b b

PR & & v Y FEHE E o el figgr B b?h%ﬂa’“ﬁt*w\J%ﬁa’“@@tbﬁx’nAﬁ?#ﬁ
Tl 2N ThOT 7 &4 U —ea ks %g:gﬁg@%@fﬁ%&é&?ﬁt4@1&5&
1, FHEMER R ST, IR0 %< K, B BBEFOSHRKR

S RN C I T =—%EE (95% identity, 30 kb)
bhs (K1) . SEY, HEERETD " e A PR
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T LAHEEIL, ZAERIRE OF 7Y ) — e (R (R RAGS ) L G
RS THY . FHICE D EEBEESRES N TWA Z LIRS, DD, 7H) ¥
LDE B MU TS ) MR RATV . 2B ) L% T 5
M TEIUL, RN~ — 7 — ST % L B2 bivh, £i. SMUBUSRIY )
DRI B BRI T, AR (RO ARET BT ThE LR
5B,

RRCIE, HHETIC BT BREMET Y ¥ AR E R ET S IR
%1 BEO 7Y o AROFERY - EERRMERER) ORI T ETo
FFSER AT > TR T

2. TIRFEEEDRF

E FOBN~A 7o f A—FEERHEEEFEN D LI, FE (BLOFEFR) o
H Cho TOHMFEE & LTRSS E (RFAE) bWiuE, iz 7253
AERD) WD, ARG e T2 79U U AICEBW T, BN OIRE ) & FZI
RS s Bic, FEREEO 7Y O AZRIABL L TR &, 7V U A0H (FERW)
DIIEEINHT AEANH Y | F ORI O TCIIRZETH A, AWk & L TE
BRI SN TS (BBER S, 1997; /NITE, 2007) . ©F 0, R LY 9 DM DT
TEZ RSN T DR H Y | TEPIAFET DREE 7Y U A0 BB D[R E % FTRE
295 TEZENEDORPRAZ HiE L T\ b,

THY U NE, BEERETLENENOS AR ) MEREFF o TR, £
IZE VIFFRERMEDNIRE L TV D EEZ LN TS, ZDT=D, H7p 50 bR C oLtk
7 KENTEATO BT 7 ARSI LN E SNTWD b FERFEE D 77 LA
& LT, BEBERMERKRERA) T ) LEROERE Wik & T retEnd 5, £2T, v
> 7' — R PacBio > —47 o —% T, x5 &3 5N ENO50 A denovo 7 F
YTV EITV, BT LEFIEI O LTI, RS ) MENTEZAT 5 2 & Tkl
BT ) MER A LIS DT e —F 2o TD, ZIVETIS, FATHINTRNT 21
HTEZILERIC, 7 DA STV 4 Bk & N2 723 15 BRI R B i 7/
LEHTIC X0 . NN ORI R 7 ) AiEEffi 2 B SN Uiz, £72. Z DR
Z IR CARNT~ —h — 2 L HEP O—HONEEME T Y U A bR A FEET D
FIEE T LT (FrFHREs)

3. 7YV LEDOFERIL - BEREMERTERE

iR HHEZETFEL, 7 DMFRO IS R BRI A & e > TR D |
T FHRFEMEERRE & ORI ST o s, FRERAURRT OEREE, (SHME. Fre
AIREPEICOWTER SN D, £ 2T, BE~DOFERIICED LR FZFET S Z LT,
15 TR SR ERENS S AL SV HHEZENADHEN A2 BFE L T\ 5%,

3-1. FYRVEEFREDBEEIREICEAHIRTII YV 2—DREE

T XY BIOETIVEN THDLY O A X T AFIURGET HZ ENTEDLR RNV E
HIRE AT T VEME LT, Z0OfE FRrERMIR ERE OB 23 A 7-, PacBio v —/ A
BIOFTT 4o <o 2L 2 KOAF v R—/L RTRERESNS, 68.8 Mb D
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% Y HERIFEORY ) A v T Rl
15770 77 DHFEOEEE D h~ NZEE B4 bk HS5 HS6
T & DLLBYT ) DRHT ATV, v

XY EFIREICRR OF ) LS SC10/SC20 + = g
THERR S DYl (SC : scaffold) 2 sC05/SC08 + + -
BEARE LT (K1)

ZHETIC b~ FETIREN G, 5 .
il " onq4 xRS -

# ECOAFICEEGET, [FED b=

OB LB T 2 4 Y — Y \ =
B GREPEREAME) 2EE ST Fony IS

% (Maetal. 2010) . JAJUPEGL IR

ERITRBATTARNED, TR ) o)y ERBRORERRBADEE

ERSTEERIIH ECHEECE D o spm 451 (SG10, SC20) % 4 o 7 5 Bk (HS5)
BN G, FTT. R GOOARFRFI-k T HIEEAETL. R R

S e ) N N 1 > K - 0 X
R O S B O R B R
Yt (KR CTHAHDTET A0, v FlLi= (Ayukawa et al. 2021% %)

Y EIR NI T, MR AR AR IR A BRI D 3K (X L) RUEET 5 2
& T, YRR A NATHEN Uiz, YeERTERIRD 7 ) MMENT OFER, ZBRMK T &
(CYOIRDIES S — L N2 D 2 L 2 B ONTIER RS S = R 3T v XY
FEHREI A R TH D Z ERH LN (K1)

INHOEFKOBFEM AR LI 2 A, v aA XA F~ORFEME T 28k L
ZEERE (HS5) \ v A XX XOF v XY B ~OJREMEZ S U728 Bk (HS6)
Moo (M 2) , RO & Rl F — RO LEDbEHZ LT, v
1A X F X F~OJFFHEN BRI AfR 1 (SCL0, SC20) 38 LU v~ ~DJp i
PRI BRI YLK 2 (SCO5, SCO08) ZHFE L= (X 2) .

TEAXFRFROX Ay XY R EOT T T TREMIL. T B THL NI TN T 7
SeDAERHEWE 2 AT 5 Z EHM BTV S (Bednarek 2012; Rajniak et al. 2015)
FI T, F e XY FERREOREMY AN U TN T 7 RO ARSI E & LT
v aA XFRF OGP WHT DR T D702, U T N7 7 HERO ZIRAETEY)
DEGRER Y v A4 XF XF (cyp79b2/cyp79b3 —EZEFAK) (k4% HS5 728 Bkk
(ASC10/SC20) DIiJFtEZ A L7z, EDOR5F. HS5 ¥k (ASC10/SC20) 1, v = A
X R F OEFATRN IR A R S 720 OLZ%F LT, cyp79b2/cyp79b3 —EHZE FARIZK LT
IREMEAZ R L (K 3) o R M7 7 CHROAREE I IS EICEATEY |
777 RHESIE O AESR SN D PIEWEIZ R b, FlIE, YT N7 7 HESROH
EWETHLI I~ LR T aA X T AT THEERENDD, XY TIIEEKESH
720N (Sigarevaetal. 1999) , £ Z T, A~ LU F U AARER Y 0 A XFRXF (pad3 285
K) L= LXT L PANDO—ERD WY 7 7 7 o HSRAEREWE O E SRR RA (pen2
IR HLARES KON cyp82c2 22 HAK) \Zxtd DI AZ R ~7= & 2 A, HSE 28 k% (ASC10/SC20)
I pad3 BRRICH L ORFEMEZ R T2 L3 o7- (M3) . ZOZ Enh, s
&1 (SC10, SC20) 1L 1A XF XF K OFFEWE 2N D50 OIHNC B H545 = &
DRSS T,
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04 XF+RXF
SR cyp79b2/cyp79b3 pad3

FeRYVEERFRA
HS5%F B #%
(ASC10/SC20)

.3 NJT 770 BEDQERGHMEIKETSREQINFICRES5 I REAMEL BRI (SC10, SC20)

FARNYEEREHSSERA (ASC10/SC20) (FPOA X+ X+ BHAR (T HHEEREEIMET T M. M TR TO7 B FE
DZRRBEDMDEARERIOAXFTXF (cyp792/cyp79b3—EZERF) L TEVVERMEER LIz, MU TR T7
VEHEOHEYMETHINTILIL U DEBHERK (paddZEBK) ICHLTIZFRENKREERL. TOMDORE
MELEERIK (penZE BB LW cyp82c 7 BAR) 12T DR REIFE T LI=FEE TH oo (Ayukawa et al 2021%HZE)

WIZ, F ¥ Y ERIREOREMY AR 1 (SC10, SC20) 76, v uA X T XFHEE O
SRR OIHNZ R 53 DIEMER T 2 RET A 72012, B A X F AR OB T
FB NS — BT, ZORER, RIEMEY AR 1 (SC10, SC20) DOIEFEFES ECHEY &
S TR L —HODEE T (SIX8 BLPSEL) 23, A XJ X F Y| if < F8H6
BxnsZtaRHLE (K 4A) , 22T, 2O _ODBIGFE2ET7 /) ATEK
(SIX8-PSE1) % % ¥~V ZEHEJE HS5 A5k (ASC10/SC20) ([TEALZEZ A, vaA
X RF~OIRFEVENEIF L7 (K 4C) , —J5, SIX8 Hijfl, PSE1 B TEA L7- HS5
TEHRHRRI W T, WIEMEOEIRONBIE SN e-To, ZDZ &b, SIX8 & PSEL
T (ST EETE L) HiET D2 & T v XFATREOFEWE T~ 1%
U ERNT DREOMHNCE 5T 5 LB B,

A oA XFXFITRERET HEHK B 0OAXFAFITREETERVEK
#—\'"\“J%ﬁﬁg SIX8 PSE1 |\7 h%;ﬁ”ﬁ SIX8 PSL1
AbyoERFE 20 0 M Sysremm 6 NersE

DU RERERKgE N0 sl

C FYRYEEREHSOHEREK (ASC10/5C20)

FYRAVEERFRED XY IERFRAD b FEABRED
SIX8-PSE1E A SIX8-PSE1E A SIX8-PSL1E A

.4 fREMEREKR1(SCI10, SC20) ICEFET I DDRERMEECFDEGHE SUHBEEMLRTESE

A POAXFRXFICREETEEHK (FrRAVEERE. AMNIERKBR) B TIX. SIX8-PSEHBITFHEEIXF
ﬁénTL\T:o

B YAAXFAFICREELLGVEKRMTIE., SXS-PSEFRIEFREBICERNEE (FRMERRRA) ., F2(&
SIX8-PSE FEGFHEEBMNREFSNTLVEN UNFF /AT IHFE. VIRBREKRLLE) . FRMNEAKBEOD
HRBEOIBA L. FrRVERREPSEIELLBRL TRANERSNZI0ENTI/BETRT.

C FYRYEBRHELLIVAMYZERBREBRED SIXE-PSEFEIEFHEENDEAIZE ST, FARNVEERF
BHS5Z 21 (ASC10/SC20) DIRREMNEIRLI=HA . P FERFRE HED SIX8-PSLHEEFREEOEA
TlIXERLEAST=, (Ayukawa et al. 2021% 8 %)
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KIZ, SIX8 & PSEL MLd 7 H Y U AREKKIC IR F SN TV D DHE LT 2 A, e
A XFAFITEGL T E DER, BI2IEA by 7 @R (F. oxysporum f. sp. matthiolae) (2
1%, SIX8 & PSEL Z N ZAUHIEED mW B F MR FESIVTN D 2 & 3o Tz (K 4A)
— 5T, A XFRAFIEGE L b~ FEJFREIL, SIX8 MIFEE T OUfHZ, * v
AV ZERRE PSEL L EE LT, 10 DT 2 RO ANE SN D PSEL FELLEL T
(PSL1) MAEM Sz (M4B) , £/, /S F 3 <JHE (F. oxysporum f. sp. cubense)
TR4 ¥E Tl SIX8 FHIREAG T DOADNMEF SN TR Y . 7 U EHEMI BT 5 Fifk 7 & Tl
SIX8 & PSE1 &6 5 DE G- BT I LTV eo7z (K 4B) , #iv T, _EFE SIX8-PSEL
MBI A X T AT ~OIREMHICBE 5T 20/ T 572012, v XY ZEEFE
HS5 2 ¥k (ASC10/SC20) (ZHHFRERT- 28 A LTz, EOREHR., A Ny 7 ZJRWHEHkO
FARREE T2 A LT ClE. Y aA X R F~OFEEMENEIR L8, b~ NEJREE
HSROFAFRE S 2 A LR Tk, JREPESEIR Lo 72 (K 4AC) . 26 DFERM)
5. SIX8-PSE1l T BIL 1M uA X XTI 5 ERE T B HERERI IR
FENTWDAFEMEA RS 72 (Ayukawaetal. 2021) . F7-. LEDOZ Enn, Sy XY
FEHUR L SIX8-PSEL X7 a2 L > T, vaA X XKy Okt 28 L, &
e RS SHETWD EB 2 b5,

3-2. SINSPSEIRTL I A—FRI LUV IERREDKRREICEAST 5

FROEY | F o Y FIIREICBT D0 FBRTFRIITIC LD | R AR T P
L CREFET 5D SIX8-PSEL X7 =7 = 7 X —MN, A XA F~DOJFRFHEICVNETHD
L. BIOYEA XF RFA~DBEYEE N 2 F O 7 WY 7 ABERRICB O TRES TV =
EERALMMTILTE (Ayukawaetal. 2021) . 7/ LIENTORER., BISMNIZ, ST L2 Y
v (F. oxysporum f. sp. spinaciae) (%, v uA X T A F~HFFMEEZ RS2V HES
BT SIX8-PSEL 7 =7 = 7 ¥ —HHRIEIE T ZRFFLTWNAHZ &, b WNIHF A a2 FE
i (F. oxysporum f. sp. raphani) 35 X OV 7285 E  (F. oxysporum f. sp. rapae) 1%, >
2 A X AT ~ORFYREN) RO B 53, SIX8-PSEL 7 =7 =7 ¥ —%{RFF LT
WRWZ o Tz,

R LY UEREICIBW T, SIX8-PSEL X7 =7 = 7 X — AR A R B
HF M OWTHLNNIT 5720, F v XY ZEHIRE & RIS JVRBEIZ XD Yuth
REEZFHE L, SIX8 BIA 2K LI ERMKDOA Y )V —=0 72T LTz, & DOREE,
SIX8-PSEL X7 =7 = 7 & —FH[FRR{S T DT 2 YR D AN LI LTk (B48) % FiL
L. B8 ZHEMPEER T L Y USOIFFHEPMET LTS Z & 2W 6N Lz, fi
T, ALY UEERREE B KD SIX8-PSEL <7 =7 = 7 Z— (FospSIX8-PSE1) % Z/&iix
BalL7-L A, —EBRIENENEIRT 275, FospSIX8 Hijl, FospPSEL Hifllz & fxfa L
THIREPEOEIRIIBIEE S e o7, 72, FospSIX8-PSEL flEikix, HpARY & T
JREPEDIR T ABIER ST, L EDZ e D AT LY DRIREIZIBV T H SIX8-PSEL
(I7 THSEE L, RIRMEICH 595 Z LAVRB ST,

3-3. 84 3V EEFRAOKREICEOIHLBATITI I/ 2 —DREE
B A 3 FEHIREIL, denovo 7 L —r L ADFER, 22 contigs SR BT ) T
BTV EGTEY, Yud 2T AT ~ORGHE) 2RI b B, SIX8-PSEL ~7
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T 2 7 AR L TCOVRNZ R oTND, I T, A aAVERREOBT S
FRIRMEGL R TS K OYRIFIEIR 72 B SN T 572012, X VAR I 0 Yo Ry %
FHE L, TN contigs (ZAERL L7z~ — 0 — % VW CYL AR EESRR O MR IR A 7 1) —
=2 T E Ui, FORER, KEx 7p 8 — o TY R A B TR A R LT, S50
T BARTELRRIC T, 15 ETHH XA a2 ~OIFEMR L O FTH R E O %
T & Z A, contigs11/21, contigl3, contigld M3 EX A I ~OIFFEMEIC, 72 HNT
contig2 N5 ECOERMEICE S92 2 EAVRIB Sz, contigl9 (21X 4 SD=T =7
B — B s D ER L TR, N2 2037 a'—& —fEl a3 L, 15 E~0RYuC
B RBFHFE SN Z 2R L, £2C, 2 DZFERIC, 3T ENEM CEis
WA T o7& 2 A, EOREERR Y contigl9 HELRR & FIREIC, 1554 A a2 ~D¥FEM:
DK TFOBRER SN, ZORR I RE LI T =7 X —INXT THEETH Z L1k,
B A 2 IR E OTRIFMICE RS S 2 L AVRIB ST,

3-4. AJEHERBEOREEICEALIFHI-LERTI IV 2 —DRE

H 7 EHIREIL. denovo 7 L —Ar L ZADRER, EF 25 contigs 7 S B S ) AT Y
7V EMSTEY (Asai et al. 2021) . v A XF X F~DEYLRE 2RI LB 53,
SIX8-PSE1l X7 7 = 7 X —Z{RF L TN ERbhoTn5, F2 T, B 7 EER
1T DIREM GRS L OYRRMER -2 ST D702, EiiZ A =2 VR
ERIBRIC, 3 ED contigs 12~ — A —ZERLL | Yoo R RAROMREII R A 7 ) — =2
7 hFE LTz, TOREE, Kix lp 3 E— TR AR L LR E R L, o T
DYORZ T2 LT RRICIBW TR, BEEEIIE B0 7T ~OEMIMET Lz, 377bbh, o
7 ETIREE ORI B 2 el 2 FH Uiz, AT LT, in silico fETIZE D |
contigl5 (213 DT = 7 X —FEEIGFER L CND Z &, £o20HIciE, 7=
T 7 AR U CEER L, 1550 7 DB RBINFEEIND oD T =
A —(EfiR a2 R Lz, &2 C, miEfs FER R X OV S B EERR 2 /B L
2L 2 A WTNOZBRKY, BPAR L A THE D 7 ~ORFFEHEOIR T MBI Sz,
U bDZ Enn, HT7EEREICBWTC, #Fil-aro 727 4 —% R LT,

4. &fRIC

WTED Vo — 7 T AFAROFRIRIE, TR A E T D EWROREE £ Tl
BEE 72> TNDMN, EOVEMITHR L TRIR L 72 015D OOV CUERHE T X 220 038
WTHD, 22T, BITEOHHTHIN TIIRRD Z E N TE W EEMAEY ORI E VD
THEFH U7 TEREORAETE (2N 2Rl 2 H SRR Z BE L LT
W5, 1EERERMEOIRERFEZB G U ~— 1 — &35, b big MR E
HRE LD &7 IR WHEI I M) O KB RIH FTRETH D L HIFE L T D,
BURENZ L8, T CTHEET D7 = 7 X =T W) U AFEOfE E~OFERNICE
P E e B REER - & L CRIES I CE T2, 5%, FO X ITREMEICES LT
WBDM, EDOX TS LD, T THDHERIL? 72 ERMEHOHZIH NI LT
W<, AT LT, SRR ) ARATIC L0 . 7Y o AR s T
DT, VB REGA7 ) DRI Z A T- 37 ) LA SNTT 5 2 8 T, iR IES R
KOV B ERE, b bR EHAEOM L7 a2 5 &S, ZOx A EGH
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Kato, H., Takemoto, D. and Terauchi, R.

Recognition of Pathogen-associated molecular patterns by plant

Abstract

Plants recognize pathogen-associated molecular patterns (PAMPS) to activate PAMP-triggered
immunity (PTI). However, our knowledge of PTI signaling remains limited. In order to clarify the
unknown parts of plant PTI, we developed Lumi-Map, a high-throughput platform for identifying
causative single nucleotide polymorphisms (SNPs) to studyPTI signaling components. Then, we
applied Lumi-Map to identifyArabidopsis PTI components involved in the perception of a novel
PAMP, Pi-Cer D from the plant pathogenic oomycete Phytophthora infestans. Pi-Cer D is cleaved
by an Arabidopsis apoplastic ceramidase, NEUTRAL CERAMIDASE 2 (NCER2), and the
resulting 9-methyl-branched sphingoid base is recognized by a plasma membrane lectin receptor-like
kinase, RESISTANT TO DFPM-INHIBITION OF ABSCISIC ACID SIGNALING 2 (RDA2).
Thus, we have elucidated the two-steps recognition mechanisms of pathogen-derived lipid molecules
in plants. This result suggests Lumi-Map as a potentially powerful platform to identify novel
PRR-encoding genes and their downstream signaling genes using various PAMPs or microbial
extracts as input signals.

Key words: PAMPs, PRR, Sphingolipids, ceramidase, Lumi-Map
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1. [FC®HIC

FEW X AEW) % W9 5 59 2% % — L (Microbe/Pathogen-associated molecular patterns;
MAMPs/PAMPS) Z 58k L, 7\ — i85 % (Pattern-Triggered immunity; PTI) & #FR S 4
LIPS EFE L, HESF- CWD, MY T 2MEMWEYRIRE)E, PTI 7oL
DR OIS 2 B D e 2> 7 = 7 2 — LN D 0 F 2B &8 5
IRV S D, —H OB 7 = 7 X — I ORGE S X7 E
(Nucleotide-binding domain Leucine-rich repeat containing Receptor; NLR)IZ & Y §8ak =41, 4
2KV HEMIE L D 5RO EHTRIS CTd D Effector-Triggered Immunity (ETN #5595, 20X
O \HEY) & A (R ) O L 3RO A8 2 JE U T AR D3 BT CRlE S T &
72 &3 2 A5 Jones and Dangl, 2006; Ngou et al., 2022).

FER D PTI I, MIFERR 2 RE 552 ¥R (Pattern-recognizing receptor; PRR)DHfasf K A A
VDS % PAMP & 5835 2 L1 X 0 E#Ed 5 (Ngou et al., 2022; Bender and Zipfel, 2023).
ZIVETIS, BEMICHRT 2 2 L T EREDRPFEN Clo 57 F R, Mkl & 2t
AT DA% 700k, AEEOMIas a2 RS DIFE 72 £ PAMPs & L TR SNUTE T2
(Koga et al., 1998; Umemura et al., 2000; Shibuya and Minami, 2001; Zipfel et al., 2006; Boller and
Felix, 2009; Fesel and Zuccaro, 2016). 2. C, AEIE PRR %41 L C, 5 L 7RG LT-
HHF B i & 5 Damage-associated molecular patterns (DAMPS)<> phytocytokines % 725 L,
TR 63 2 B % a8 2 W N RIET9 2 (Yamaguchi et al., 2006; de Azevedo Souza et
al.,, 2017; Hou et al., 2021). JilFE % 3 T EMORGL 252 T T a0 RS 5 57 11382 <
HET DD, ED1(DWNTHFEHSPAMP°DAMP & L THEMIIC L WERikSh T 5
DIN?, EDORIUIAHEINTH 2.

PRR 23%}59" % PAMP %58#7°% &, PRR | Brassinosteroid insensitivel-associated receptor
kinase 1(BAK1)=> Chitin elicitor receptor kinase 1(CERK1) & Vo 72422 S FHEAE L
(Chinchilla et al., 2007; Schulze et al., 2010; Sun et al., 2013; Cao et al., 2014), Receptor-like
cytoplasmic kinase (RLCK)Z LV /LD A F 2T RDNEH LS 4, Ml ~D /L
T LA A DFRADEZ Y (Ranf et al., 2014), NADPH 4+ % —E ¢ % Respiratory burst
oxidase homolog (RBOH) %/ L 7=iE M iesafEod a3 ikl X % (Kadota et al., 2014; Li et al.,
2014). 3647 LT, MAPK 7 A4 — ROTEMEALAY5E & h(Rasmussen et al., 2012), WRKY <°
Ethylene responsive factor (ERF)72 & DERFRF-OIEMA LA LT FROERER - DIEHE LS
B BB - O B 5 L Z 0 (Rasmussen et al., 2012; Birkenbihl et al., 2017), HiEMY)
BOAERL « EREST Y TR, V% AT UEE T F L2 Lo T B EY AR LE L DA
Bk, B a— ARG E OINVE N FE S b (Luna et al., 2011; Bigeard et al., 2015; Bjornson et
al., 2021). L2>L72d3 5, PTI ZAilild D15 sz N 0% v bV —27 O2MRIT, &b
FRATDSHEA TNDET /U L 1 A X XN T ORI ST,

ARG TIL, BT /U 1A XF T OAEWFRC L AR— 2 —Filil 2 e KBt &8
{EFHBEFEMutMap 2 A G OB 8RR - B FHEERE TLumi-Mapis] &, KFEL
ERS 5 Z LI K VIEFEHA BN S TeREEHRA 7 ¢ & SRS T 2ME &0 586k
END T OV TR T 5.

2. Lumi-Map JAIC & KR - RRERFREV AT LOBE
FE DG E BIRERL RS DI I W T h, ZRIARO BLE & £ DR KIE ST DOFF

49



TE « FRHTD B 72 DNEEARFHY R FHEITZ < OWFETERD AN b, £ < OFranBis 0%
FUICEB L CE 7. ZNHOMETIE, iEkO~ v 7= 7 n—= 77L& RO EIR
T ORFEN T2 ST E T2, IR, I — 7 = o A H s L UMIT TE O FREER) 7056 2
2RV, R 72 R BV 2 FF OB BAK) b OJR KB T O EIC 2T /) LRESIE A FIH
THFENRARINTE 2. ZOFTH, MutMap (EIIEBAROFEFOJRKNE R A 1 [RlO4s
A= T RCEVRFET 2 Z LN TE D720, EN O A F TORE T HlEA
FHL L T 5 (Abe etal., 2012).
EH DI, M OGS BN LB 728 ar B R T 2 KB DGR I C S5 720,
EFC L AR — 2 — Rkt IO Te REVLENT & MutMap £ 2 A S HbETHWDS
[Lumi-Map 4] ZHE5E L7=(X 1, Kato et al., 2020). KHHEZ R FEIAUEITIC I T, £33
ViR — & —AW % VT ffT FIEIBE 72—V Th D, FEE DI, £7 VT 1A X
FTAFDOA L ANERHB s FREPFE SN LML O~ — ) —BInFO7mE—2 —
ERBNNTT 2T — BRI FLUC)Z R LT LAR—F—hty NeRFFT 5 m A X
T AT M L AN — 2 — R/ % 16 Rff B L, BUE BIRFEIRENE LR — & — R IR 5T,
Bk A o E) O AR BRIN AR IR AL T 5 LR — & —REZNEVGEINH T 5 (Kato et al,
2020). Lumi-Map {52 L0, ZRK « JRRBR T HBENERETE 5 2 & 2R 1708, YD
PTG ARG ORI e b A TV DM OMETE & 737 R T T N flg22 L Aid)
® LRR 7 PRR T& % FLAGELLIN-SENSING 2(FLS2)(Z & v &4 22T &
L 7=(Gémez-Gomez and Boller, 2000). 1EH] L7z LAR—4 —&fED 9 5, WRKY29-LUC L 7R—
A —Reid flg22 AWBEIZ LV B RIGE 28T 5. WRKY29-LUC L AR—# — &l
EMSUEEZAT 5 Z L1 K 0 ZBFEEM(M AR 1) 2/ U, flg22 B i D38 B 2 A EER
& LT, £924,000 D Mo ZEEARFENCKF LTAY U —= 0 Vi L, 22 Rt DR %15
Tz, BB ZERARDO T 5 R D flg22 (2% L THRIEEANZISNE 2R STRUWESMARM S b,
IR AT Lz s 25, 5 /e TN lg22 OZRISEIGFTH D fIs2 DEFRIATH
S 7. F2, AMFSETIX FLS2 2N x T, Ethylene responsive factor 019(EFR019),
THO/TREX(suppressors ~ of  the  transcription  defects of  hprlamutants by
overexpression-Transcription and Export) 7 7 X U —IZJ@ 35X v "\ H%Za— K45
THOS5, Cyclin-dependent kinase 8(CDK8), High-level expression of sugar-inducible 2(HSI12) D78 5

RSB, 23D O BRI FE Pseudomonas syringae pv. tomato DC3000 (2%
T O HEINEDR T2 EYREHCLBRBEOBT  +  MulMapic & 3BIETFORE
=7 -
W b T EMRKL A —5—iE
(Tsukagoshi et al, CRRERS) -
2005; Yelina et al, Y | e AT

\ | EETaTOE-s—  MET

2010; Sharma et al,
2013; Zhu et al., 2014;
Francisco-Mangilet et
al., 2015; Questa et al.,
2015; Serensen et al.,

//’
B chrt
{ | = vy b Yy - :
i - = = e
I [ B el iz T
I —— 5. '. 5 Xt gy
: ¥ole TubS :

2017; Huang et al.,

2019;
2020).

Kato. et al,

MR ARIBEF D BB |
!211 Lurﬁi—Mapifwﬂ&§
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PLED X 912 Lumi-Map 5% VW5 Z L1 X0 PTHERIZEIZE D B[R 2 kIR E
T5HZ LTI LTz, E£72, FRED PAMP R AT SE OZE BURIT Y 3% PAMP (2545
SRR OEFARTEH HAIREMEN R <, ZOREFIE Lumi-Map 236k % 72 PAMP & 5\ N3t
Wit A NS 7 F v L LT, Biard PAMP 2568 L OV RO E R 1 % [ e
HICHODSRNI T T N 74— L ThHI EERRL TN,

3. HWEMIIMEMBEDIEEDFEEHL, ERREEFET S

ZIVE CITHEIRIEMEINE O —FECd D ¥ ¢ H A £ 97 # (Phytophthora infestans)? 2
&) =)V 5, 2% T A EREER RN 9 D1EPEIR R (ROS) A il & F I
15 MRS Pi-Cer(Phytophthora infestans ceramide) 23k S vz, — 5T, [RIU V¥ A EEIR
DAL ) —)AMHEI D DD V% A THEICKT D57 74 BT L3 U EEHEOIEN:
% $512Z Pi-DAG(Phytophthora infestans diacylglycerol) 2345 <72, Z @ Pi-DEG DO
\Zid = A a9~ & = B (eicosapentaenoic acid; EPA)YE £41 Tk Y, EPA I L TNEPA &
%Lﬁ>*EU?“é77 X U < 2 DR D IBUSFHEIE D S ST s
(Bostock et al., 1981, 2011). & 5 (ZBUMGAENZ L1, Pi-Cer D & EPA %[RRI CALEE L 7= 1H5IC
D IR T FEBUHE DT w%hé%ﬁ%@Lh%ﬂffﬁé EDD, BI7D PAMP %58
U7z FIROESRIREREIZBWN T B R h—7 DRI E LTS (Monijil et al., 2024).

T IR BUS 235 8 S DA R ORE 53 1O H1C, A5 IR >R O REN R
— D> Thbd 3t Ko x5l @@OH-Cl00) i x4 2 MW O =% &Ik
Lipooligosaccharide-specific reduced elicitation(LORE) 73 i #1JIZ B & 232 E4u7z (Ranf et al.,
2015; Kutschera et al., 2019). = XX LORE |4 S-locus lectin receptor-like kinase(SRK)
% a— NI DMl A% —BBIE 7 Th 5. SRKILY H REZE LT-BEOFRIA
BEIZREEREERT A ZENEETHL I ERRBINTWD, 77 7RO B
FAFIETEZ T2 SRK OHMIfEs KA A % /X7 &%, S-locus cysteine-rich protein
(SCR) LB T2 Z LIT LY, SRK OREZEERDTZRIND Z &A% in vitro ZF F T
BRICBWOREN TV S (Maetal, 2016). 3111 XFXF LORE A% 3-OH-C10:0 238 L 7=
BROIEFHARIEITIE, A BRI TH 5 (Kutschera et al., 2019; Shu et al., 2021). X5
12, ¥ EA XF XF LORE DIFHUREICHER /3TN T Ot E (homomerization) (213, Al
G RAA 2 LB R A A O TNES 5 Z & 0vRr SHLT 5 (Eschrig et al., 2024). &
72, L-type lectin receptor kinase Td % LecRK-1.1 3 LN LecRK-1.8 |3, A A4EF> v uaFa v
(Pieris brassicae) OIFIZHKT HHRAT 7 FUa ) v OFFRICEDL S Z s & T
V% (Stahl et al., 2020; Groux et al., 2021). HEDONEE RSz BAARL MR DI HsER 12
BIL T, BFESN TS U H Y K- 74 —OfAEDEIMRD T <, RN
DN,

4. WEYHERT « D IREZIEMNZEHS 5 L { HDEH

U WA TEIRE DR SN2 Pi-Cer D(X 2 b)IZ ¥y A w0433, 4 xevnA
XS R HB UG A 75T 5 (Kato et al., 2022; Monjil et al., 2024). A#E# 7 Pi-Cer D D8k
BEZBH SN2 D728, FHH S 13 Lumi-Map 35(1X 1) 2 FAV T, Pi-Cer D Jii228 BLR D B
B L OFBAFKE L ORERERAT 2t D 7=, 1EH L= a o X X libptt L iR — & —
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SAFED DB, Pi-Cer D 3L U~ D PAMPs (2% L CHUERAEMRIEENFEIND
WRKY33-LUC L 7R— & — A&t &£ H L, 19,000 fEARD M Z8 BAERNC ) 2 B RAKA S Y
—= Y T ERATIR T2 fRB TSR 100 SREED Pi-Cer D RIVEZERKD 5 5, BT R
PMEUNRHENT 6 LTI PAMPS (23 2 & 23l L, Pi-Cer D FrRHUSEZA R AL 11
R LT, 2D 95 9 RftlL Pi-Cer D fENVELRAETH Y, JREEIRFARE LIz L
Z A, 9 R4 TH SRK % =2— K9~ 5% Resistant to DFPM-inhibition of abscisic acid signaling 2
(RDA2) » % % (K < » - 7= . DFPM ([5-(34-dichlorophenyl)furan-
2-yl]-piperidine-1-ylmethanethione)iZ RDA2 %/t L CIRPISIG A 7BE L, 77 v ¥ L EEDEHR
(REZET D EIES LAY TH Y, rda2 ZBIRIT DFPM ERIC)E L COSET5 2 &
N TE7RWVERIKE U-CHIE - [FE S 7= (Park et al., 2019). 7%V @ 2 74D Pi-Cer D L
HOEZERMRIZH LT MutMap Z@H L, v 7 A_7F RafFot 7 I 4 —F 42 a—K
7% Neutral ceramidase 2(NCER2) z Jfl A= 1- & L CIRIE L7z, Hiff L7 rda2 35 KX UV ncer2
DERKITI 0 A XFAFNIREMEEZ RS T 7 7 TR~ & R Hyaloperonospora
arabidopsidis (2% 3 2HPHEME T L T2 Z £, RDA2 B X OYNCER2 247 L7-HE#)

ODﬁ&@FG%Z}S‘%Jﬁ*ﬁﬁ 9’?7)’{%_&%31‘53}-’ HNWNzEI
rﬁzb:iﬁéﬂ(_g‘é : k Z)S/j—_\‘ é Pi-CerD HDWN‘E
7Z(X 3). i 1
13Z-docosenoic acid (FRAED o J.J\/\/\/’\/\/\ja/\/\/\/ 2
*ﬁlf@-ﬁ%{ﬁzlﬁ@ D *EE{/EJEH (Erucic acid) +

#EQ[SHQ k L/T FE (4535,1Ogizi$;:T;:lfs};§i;alrienine HO gH: ‘\ E\ . 18
B é‘/ STeis Y A RERk T (SMe-Spt) W
A8 D EFI75> & M ‘ h . 9AF LIS

RRBORORT 42T % NHe \ .
BIREREG L, BTE W88 -methy4 & <phingaceive “0\‘/\;/\/\/\'{\/\/\/\/
e-5p oH
2V Roy+onilv .
LOTEARETHS. v
e > . - (Spd)
%% Eg 25 Lumi-Map b_iJ: o v ‘E
U] E‘%ﬁ L72 NCER2 % in D.spgna?sine HG\‘/\;/%/\/\/\/\/\/\/
p OH
vitro & TIiZB W T
-~ L[ = -

Pi-Cer D /R, 27 K2 R74VTBEDOBEED L

A A RHEEEZIEE L=, £72, NCER2 MEM) DT R 77 A MIJRTEL, Pi-Cer D 725 A
7 4 A, RSO E ORIIAOIN TR Z 5 2 LRS-, &5, Pi-CerD %
T D A7 4 3 REFLEIEEED 5 6, A7 ¢ 34 NERIZO BRI S TFHENE
PERFED BTz, LLED Z & 5%, NCER2 23 Ofifas & 7 < &~ﬁfz§; v, Pi-CerD %
DIRLAT ¢ TA REFEAERT 2 2 E RGN - 72(X 2, [ 3, Kato et al., 2022).
T OIS T D PAMPs DBV H L RS & LT, Nicotiana benthamiana D453 B- 77
77 b X —EBGALLITHMIE OMiIE S L X877 2 ) b Dflg22 # &t h—
TXRTFROUIY HHUICKETHH Z LA/RS TS (Buscaill etal., 2019). 4, >
AXFAFIZEBNTHE 7 772U b FLS2 ISRk SD U T RXTF Rogly HHL
(ARl subtilase Td» 5 SBT5.2 35 L UNSBTL.7 23Rk 7= (Matsui et al., 2024). SRIRE D
MR AFAEST D7 a3t T 2 RROPI-Cer D L RFHCHEE ST I R /—b
7 I TdhDH Pi-CerPE D 13, XV #MEEEZ AT HA7 4 FFETH Y (Koga et al,
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1998; Monjil et al., 2024), FEVOFMIINT, TNHDRAT ¢ TRFEEIFERIE LTcsy
FREREDTIET D 2 EDNESND. WD T KT T A MBI DIAEY-FEYH DBBLIZ
OUNT, A% DT ET e Z E IR S LS.

AT 4 I3, RERITA
W DAL 2 AR T D REE

Pi-Cer D

LEE[0) . lEvRREA
WrEAES SV —+ (Bl v A1 TRME. < ERHHE)

D—FETHY, BEEEMIC D
W AFAET BIRE Ch 2 o -
5. Pi-Cer D ff*%ﬁxj_éX7 HO\:\i/.\/\/Y\/W\/“‘ Pi-Cer D
A o 4 K # X NHOHl

3 9Me-Spt
(4E,8E,10E)-9-methyl- - W (27 1 > THEH)
4,8,lO-sphlﬂgatrlfa,nlneL“C“3?9 0, DRD A2EE tr=
9 F H DRFHDALIEIZ A (BRID )

mpan |
FNEZ R ORI D 5. 9- %Oé e e
ATNAT 423 PR \ Ja Enmmons A
AT HAT 4 TREEIT, L) 7/\--\
SARE I 72 870 B 133 —-
A XN TV, HEWICIT 3. HEYIDIRRERFER T4 IIEE DRHEHE
FELTELT, %@%%ﬁ@ﬂ‘é’fﬁ%ﬁﬁ?%é EEZDH(IN 2. A R FAFTHEL DA
7 4 AA RfEH%E RDA2 2/ L CRlalk T2 Z &M TE DN, -ATFNVAT ¢ a4 NI
Flx 9-# %V%L%ﬁtfoab\x74 vAaA N R D S IEBUISTHETENED R <, RDA2
DOHIGN BA A L H R EBERFEA LTz, ZNHDZ &5, RDA2IZAT 4 2 34
FHEEROZFETH Y, P THLMEMEAD 9-AFNAT ¢ a4 FHEFEE L0
BTDHZECLY, FREEE0MAEDN LT 2575 X I T b L CE -2 LVEE
S5 (X 3, Kato et al., 2022). 51%, RDA2 & 9- 2 FILA T ¢ v A4 REEIDREEFRIC &
DX 7RRRETHEA L TWD 00, fRIAZ D Z LIS D, F7-, Pi-Cer DX°/ /L
BT I RV T By RIS R0V Y A E, Hoxaly Eflax OGS Z 5
9= 7 7= ¥ (Koga et al., 1998; Monjil et al., 2024), L5 DEMFEIZIBWNTEH, A7 4 34
NI RIREAL D X R EPFIET D Z e Bz b, Mo 27 a4 ik
SRR E LA XF X F RDA2 & OFESIZOWTHERT A2 LIc kv, D27 4
O REEESEHEIC O W T L WV EMENREE D L EZ HND.

. EfRIZ

ZI%T %, AWV AR —Z — R L D KBV & MutMap 2 fFE THW S 288
K - FIRE T HEERE TLumi-Map 75 EARFEZEH U CREERICHEBI DS EA 7R
DAT 4 v TNFERETFEREZ OV TR L7=(Kato et al., 2020, 2022). fi#® PTI & HIsiE
FREEIZDOWNT, A XX COMFEH 2 IR 2 T D SO0, %15 LT
W5 PAMPS (ZIZRTEMR Y BNELOONEURTH 5. FEEEORGBISGIZ BV, R
PAMPs 23MEW)Z[RIREIZ E?J%)b\ JEFHZETER L WA Z EREESN, 725 PAMPs
MO FIROBHRGERKEICB W T 8 2 =27 N FET D A[REMEDN R I N TN D
(Monijil et al., 2024). %o>n E@ﬁﬁﬁ@f_ \Z, DA D E DLy -(PAMPs) &, & X
INZ(ED PRR ) ik L CWDDm?, OL OTOMAEZEA LT TN 2 ENEET
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bHLERD.

F72, Lumi-Map HE136 5 & 5 ML AR—2 — RV 7 r e — 4 — 2 A H
52 TR, W DMHRISE D2 BT, MO OB G 255 & LIZAFZEZ b
MRAIRE TS 5. ATFHEDEDBIFITFEDOMERICHERT S Z & 25 5.

Bl

AWFIENL, ETEM T 2 —ORARE BRI, B, Ao, 7
J DB O R 2 > 7 4 BRI R A SRR R BRI T O AR
K, T RTFRFBERE TR O @B e 2220, KM Ed, NTERL, B bt
AT - AR 7 v — 7 D PZER L, BOESORIE L, AL, AL — NMEE
R =y FOFRfRE L, MBS OW 0L EidThbE L. £, Al
BRFNAE— N ZHER, NE—EERZ, AHIEEAREIR IS R S EZ G0 £
L7z, ZZIGGELTUEHOBEZR LET. AEO—EIE, HAFEMRESREIEE S
FVIST & ENT OB 22T T L E L7z,
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Adachi, H., Honda, K., Liu, T., Matsunaga, M., Fujita, K., Ohtsu, M., and Sakai, T.

Molecular evolution of plant NLR immune receptors to recognize pathogens

Abstract

Plants have evolved a multi-layered immune system that is activated by immune receptors upon
recognizing diverse pathogen molecules in either the extracellular or intracellular space of host cells.
One of these immune receptors is the nucleotide-binding domain and leucine-rich repeat-containing
protein (NLR) family, which comprises intracellular immune receptors that recognize pathogen-
secreted effectors. The evolution of NLRs is characterized by a continuous arms race between plants
and pathogens, leading to the rapid evolution and diversification of plant NLR genes. Recent studies
in plant NLR biology have revealed that many plant NLRs have functionally specialized to recognize
pathogen effectors, activate immune signaling or negatively regulate excessive immunity. These sub-
functionalized NLRs form a network-type receptor system called the NLR network. Here, we
introduce an evolutionary model of plant NLR networks and discuss how they are formed, activated,
and regulated.

Key words: Plant immunity, autoimmunity, NLR, pathogen effector, molecular evolution
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1. [FC®HIC
HARFUZIWNT, HEIERIREE, DB, B, TA VA, #Rli7e ORRAx 2R IEEm o
BUZS HINTWND. oL, HEITTREEREIEH L, i R O %-fH
1E7°%. WEWORAERIE, 16 EOMMIERE ORI TAET DT A O ARDIHIEAR Y
TEFHR LI-BICIE b &5 (Luand Tsuda, 2021) . AEAZHIBEN OG22 2841, nucleotide-
binding domain and leucine-rich repeat-containing protein (NLR) & D%i I, =77 H— LR
SNDIRFIRBAD WS X a8 5. =7 =7 X8l X W IEMAL L7 NLR
%, < OBA, RPN 7 a7 Z LIRS & ST mugsls (hypersensitive response ; HR)
EHEL, 0O X ) 7B effector-triggered immunity (ETI) EFEEND. ZHETO
MHRTE R &L 0 [RIE S PsE a7 RBlE ) O%<1E, NLR ¥ /7 EEa— R
LTHEY, NLRIFEDIZ BV TRERTIMIPEZIRET 20 ROFLN L E 2 5.
NLR 1%, #EfEcdom U CHRE AR 5T D0 i e LTBS  (Jones et al,
2016; Sundaram et al., 2024) . i) NLR (%, H L CH 0 Z nucleotide-binding domain shared
with APAF-1, various R proteins, and CED-4 (NB-ARC) A
RAA >, C AKImlZ leucinerich repeat (LRR) K A TIR-NLR NB-ARC N __LRR )
A &b (J1A). — B, LRRIZ=7 =25 e Neare O RR )
—FIZ, NB-ARC R AA AT, BRGSO
7% ADP L ATP OFEHU L0, NIR #2 g  ooNrR@(Cueare Y R ]
DIEMAIZES 535, N K B A A 213, coiled-coil B
(CC) B X toll/interleukin-1 receptor homology
(TIR) WREITH DN, BIfE, Rt OMERE
(&0, YO NLR BisF7 7 2 U—I3, N K
RAA L OFEHEIZ LY 3 >DY 77—, 1) TIR-
NLR, 2) CC-NLR, 3) RPWS8-type CC-NLR (CCg-

ZARILSZRY=L  RPPILSRRY—L
NLR) (27036 d (M 1A; Kourelis et al., 2021).  m®1. @#INLRDS> ) (s

s o (A) HBYINLRS > ) COBODSBIN 1 K A A A
TID N R FAA AL, WTIVORERFRHIN  (5) Zar1550RPPIOLSZ M- i
57 (PDB: 6J5T, 7CRC)

1994 M) T NLR Bn 70 HBfE SV TLK, D NLR ¥ 2737 E D45 FH%EEIT
FEXIEY R EN TV (Mindrinos etal,, 1994; Whithametal.,, 1994). L2>L, D7
T A A EBEE (Cryo-EM) OFFFRRIZE Y, i NLR OFFHEEA =X 2 & 5511
RENZ /X7 BREE L~V TR E AN SN TE . FlzIE, v uA XFXF (drabidopsis
thaliana) @ CC-NLR T&h 2D ZAR1 1L, IEHERNTHEER TH DD, IHEHEZIZIE “L IR

Y —L7 LIRS DT 5 ERETERT S (X 1B; Wangetal.,2019a; Wang etal., 2019b) .
ZAR1 LA N Y — A THIfEE ECh T4 T vl UTHERE L, AEMRIIRNIC v
LA T (Ca?Y) ZMASH, IR TR LT 2R 8 Sz (Bietal,2021). £
72, v A X+ X5} @ TIR-NLR T&H5 RPP1 I3, /ﬁmt L7ZBRCARE 4 BIKOL VA Y
—ALE L, TIR KAA D495 NADase iGMEIZ L VIR LA MEAEEGRK L, T
AN 23553 %5 (X 1B; Ma et al,, 2020) . *Eu U 7o NS &y TISREIE, A%

(Triticum monococcum) @ CC-NLR T& 5 S350, XWX 71 # /X2 (Nicotiana benthamiana)
@ TIR-NLR T& % ROQ1 (ZEBWTHHE STV % (Martin et al., 2020; Forderer et al., 2022;
Zhao et al., 2022) .
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VLED X512, FEINLR & > 7 B OAALERIREREO BT, RFRAY72 NLR Z LA
BB L CE T2, L L, W EIREAEMOIGEY, 1EMEIT U & L TH A 7okl
WFEC NLR BGOSRk bE H 725 LT 5. FHZUHE, %< O NLR ITHMTIEe<, #
$0D NLR M HSRET 2 = &, Z2REIERIEIRT 7 =7 X — 5Bk L, fafsiss
AT DN D)o TE T2, D NLR 2Bk D e 2w IEREIE, S X 5 Ik
L, EOXINTHIEIZNTNDDESH D AFETiE, M NLR O4 TELIZHONWT,
D ORI A ROTHEI T 5.

2. HEYNR SBADZHME
AR R Z S ORAEO e MO~ 7 A1, Hlgi D400 NLR &1 (b b 23 Bis T,

YU R34 BB T) ARODIIHL, TS M, BEDHETO NLR B 103
a— RS TW5 (X 2; Kourelis et al., 2021; Sundaram et al., 2024). % LC, Zi#lL5 NLR &
GAAEIRE S L IC ML L CTRY, BlxiE, > rA XF X FI2iE TIR-NLR 28 100 Eis 1
UEHDDIZHRIL, A+ (Oryzasativa) X TIR-NLR ZF5=720 (K2). Zd X 972 NLR &
{BFOECTIAOENDL, FYFEICB T DB FOEESCREICEILbDEBEZ NS

(Barraganand Weigel, 2021). £7z, [Rl—OEPFENIZIBWTS, FZEE, 7 UVHEOHEERL
iz RO TRAIZ XY, RV 0 TG O EEG F2RIRRD D

(Barragan and Weigel, 2021; Prigozhin and Krasileva, 2021) . £ @728, NLR |5/ LOH
Tﬁ% %)%771:3%{ b Lf:iéﬂﬁ% A5 (Oryza sativa) | o
77V —ERRT S 7t s (Hordeum vulgare) / /” .

(Clark et al,, 2007). A SO+ 2FXF (Arabidopsis thaﬂana)
WA & DR, e
WO NLR BETATE (on sommumpeosoom
W & SRR b A BT e
HLiEEZ BN, FRkx
IRIRIRI A DA ET D
BREEFICEHNT, NLR I m2 40 4 bica— KEhBNLRBET

NLRtracker (Kourelis et al., 2021) AW, #BPOTOFA—LS2RY/(UEZ]- RT3
(BT ORI DL N RBEzET  7—mv L. 9O RBLBE NONLRBEF (S, Sundaram ef al. (2024)

IED 1 Lz 572 R
A9,

FE¥D NLR 1%, EFINSEAETHD Z LTz, TEYHIaN CRIIE, W, &L,
FNFNNRIL D/ NH — % 7~T (Cuietal,2015). LU, {EMAK L7245 NLR & > /X
7%, Cat i 7 F R MAP X —ERIEOIEMA L, TEMEEFEOAERE, 5 S u S
U7, HR flifast7e L, FELL L 7= afEi A 275595 (Adachi and Tsuda, 2019). Z4Ud,
ﬁ@ﬁf%@%ﬁﬂﬁﬁﬁé@ﬁ@%ﬁ%ﬁ%@kbt§M~L®mﬁh%ﬁ%~&ﬁﬁ/
TFIVIIRT D Z & 2T 5.

TNTIL, HOZAER: NLR Z L8781, Eo k5 I mofii sy r 2 E b1 5
D724 9 7>, Harold Flor D& 5 F-*HEL i T, 1520 1 20D R a7 ERFEIREID 1
o@#ﬁﬁﬁﬁ&%(mvﬁﬁ%)@ﬁﬁéhﬁﬁ;@,%%%Wﬁﬁ%%éﬂé:&ﬁ%

"B Xz (Flor, 1971). BifE, ZOBMRFHPREFRIMEET MY, REEFICZ—RIR5 1
DD NLR AR Avr =7 = 7 X —%58i% L, S0EEE S H24bFnETr 1 e LT

2 CC-NLR
[ TIR-NLR

% 302 BEZ53 CCr-NLR
[0 Other

IR (Mus musculus) . 34
& k (Homo sapiens) . 23
5

260
NLRIB{ZE T
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IR CE 5. AfRClE, =7 =7 2—38# & V708 2 >O%EI% 5 NLR
Z LUV R NLR” EEFET D (X 3;Adachietal, 2019a) . RildR~7=v 0 A X XF
D ZARL & A AXDSB51E, /W B NLR & UTHESREST 2 Z &8, X o7 Bt
L TCREA SN TH 5.

T, FEP)D NLR DL 08, 138k & [ 7 F0VaE ) OF N EnOENH#E b L,
O NLR 23 L CTid7e 5 < 2 & 2V S 417z (Adachi et al., 2019a; Kourelis and Adachi, 2022;
Contreras etal., 2023). f5lz1%, A 1D CC-NLR T&H 5 Pik-1 1%, IWEMART T = 7 ¥ —D%%
IR LT “BEUH—NLR” L @RS, 7/ L LETIHHBEIIALET S Pik2 &35 “NLR =
77 L UTHERE L, A A9 % (X 3; Magbool etal., 2015) . Pik-2 D X 5 25057
FOVOFEMAVICVEEZ2 NLR 1, “~L3—=NLR” EREENS. &5, 2D X H 7 NLR 2
Tz, #550% P —NLR &~/L/S—NLR 2MEFICIZ7=65< “NLR *y hU—7 %
TNV b R &Nz (K3). F A (solanaceous plants) T, NRC2, NRC3 35 L OV NRC4
728, [Al—® CCNLR 77 L— RIZET 537 0 7 BIn 0, RBIEFIZa— NS
%< O P —NLR D T T, ~3—NLR & L THE S 7 LiFEicfb s (NRC % v

FT7—27) (Wuetal, 2017; Sakai et al., 2024a) . =D K 9 7208 IR R 5 > 7 L%
v MU =713, SRR T OF8RI L D0 5508, Hal L= 7 7k L,
P LT B AT 5 2 L 2R3l &2 5 (Nobori et al., 2018; Adachi and Kamoun,
2022).

(iy >4l h ¥NLR (i) NLRR 7 (i) NLRR Y k 7—%
Ivlaﬁ—q\ =P | == o=
% —NLR 2% —NLR
o l A
NLR o ——— o - e !
~JL/S—NLR l ~AJLJX—NLR
RS R RS

3. 1B D> 7 )L~ NLR, NLRXZ7, NLR®ZY b 7—7ETFILOHEEE

3. HEYNLR 2EAD D FHE

TR, kRx 7B D7 ) SR OMERE & KB R FHIRITIC L 0, A NLR BT
DOHELOEHRNH 57252720 >0dh 5 (Sakai et al., 2024b) . E# 51%, FD NLR 27
BIOxRy hU—271%, A 70 h 2 NLR OHERESICHISRT B LGt Z .-

(IX] 4; Adachi et al., 2019a; Adachi and Kamoun, 2022; Contreras etal., 2023) . Af&TlX, v 7
/L NLR, NLR X7, NLR % v N U—27 OO bD—Fl a4 5.

5 51%, WEWRER CH s ) DRI Z1T, 7V B NLR T D ZARL 728, M+
R L O A EREI R b A RES 2 CC-NLR TH Y, $I11E5 T HERNICHET
TS LT 8n T D L HEE L7 (Gongetal., 2022; Adachi et al., 2023a) . HHBRZEL
Z LT, ZARL DX HIZ, FETHDELOPINIES L, & LMIRFES T T D
CC-NLR &fm I FFAE L 72\ (Adachietal,2023a) . 72 ZARL1X, FEFHEW T ) LT
BN E S RFES T TWADIEA I Hs. UL, ZARL M5+ RLCK % /37 'E
2L, MM T =7 X — %30 AEZ G L 2 ICERT A B 265,
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ZAR1 Ay T 2 BRdA At L7 & 2 A, RLCK ¥ X7 B OREEES &
OREMIZBNTHEEIRESILTWD Z E0Vyh o7- (Adachi et al., 2023a) . ZiUE
BREMREDN 5 B 16, ZARL2DSRLCK 2 L T 7 2 7 X —% ik L Q=2 & %
TRIET A, X51T, ZARLIIZ L DA, v ab—EnT & LTRSS ) M=
— RENDHDITH L, ZARL & i HEEES 5 RLCK 1L, L EHOREYFE T = B —¥%
DN « 2R BN D (X 4; Gong etal., 2022; Adachi etal., 2023a) . E#H HI%, N
I T TR RFRBEERICBWNT, BEROWMW b u—= 7 LT ENEND
ZAR1 & RLCK 23Rl THEEE L, HR MRt 235595 Z & %7~ L7z (Adachi etal., 2023a) .
DLEDZ 0t WEMEY & OISRz LY, =7 =7 7 —3EFkIC Bazbé RLCK i&fx 1
MEERE L, ZARLIZRLCK EAHAAEH LjEs 7 aiiad p%%E L LT, FEr-h
ISR C& &2 b5 (K4) .

F72, HEOMS NLR 775, NLR X7 « R NT—I ~ERBLIZZ & E2RRT 5
TR D, TARHEYD NRC > NU—27 TlX, 7 L ORI DAIEIAFIET
%250 NLR 23R HERE S 523, T b —NLR &~ 3—NLR (%, Rt b
Thlitk 7 L— K& T2 (Wuetal, 2017; Sakaietal., 2024a) . L7=23->C, 570 NLR
PEGFEEL, BMEEMET5Z LItk > TP —NLR &~ S—NLR ONERL S
7=EE 265 (X 4; Adachi et al., 2019a; Adachi and Kamoun, 2022; Contreras et al., 2023) . 2§
F I, NRC £ v NU—7 QALY , FARMEY) % &1 e 7 JEhEY) (asterids) D7/ L
WAL RSNz~ —NLR & LT NRCO i85 1% [FIE L7- (Sakaietal.,,2024a). MM
WZ 21T, NRCO BT —NLR 7 L— RICBT 58I -7 ) L LT I A —%
FERL L, NLR X7 & L () BFEMICEIT 3ZAR1 08 F 1L

T AR HERE, HR S

i E 2 5% 5 D RLoK| \? \\?/
(Sakai et al., 2024a) . 103 s v O

L7=3oC, FAFHE HKEENLR ZAR e 0 s e

W) - M L7 () FAREMICEIBNRCE Y R T — OAFEL

NLR * v hU—7 13, ODC_‘":S:] o==ts

NRCO 73KER42 L5 | OCEme) s \ \ i /

72 NLR <7 ZH3%k7 HFEEINLR o 4R |

LEEZBND (K NRCONT \Rost s

4) Time
H4. FEYINLREBIETFODFELETIL

Bl DORFZEN G, BERESME LAl D~ L73—NLR 3 L O - —NLR ORIz
THHOLMNCR Y D255, EH LT T T ARMEY D~/L73—NLR, NRC4 EIs 1%
KGeL LTe T U H 72 BT AR ARANERTZ RS, NRCA D N KimlZdhd 29 7
DS, FIEINVEOFHEIZ 9 Th A Z LRS- (Adachietal., 2019b) . Z DOfElEk
21X, CCNLR TR RfF SN % — 2 (MADA & F — 7:
MADAXVSFXVXKLXXLLXXEX) 7331, MADA &F— 7 IIERAZE AT 5 L, NRCA DA
FEFREREII LD (Adachietal., 2019b) . MADA EF— 71, ZARL X Sr35 251 o
7L k> NLRIZHN %, Pik-2X°NRCO, NRC2, NRC3, NRC4 7 &~ /L S—NLR (2% EE
IAREEN S (X 5; Adachi et al., 2019b; Adachi et al., 2023a; Sakai et al., 2024a) . FEFRIZ, =

62



NHBIA T D MADA £ — 7 IERZEAT 5 &, EFHENBE N S5 (Wang
et al., 2019b; Adachi et al., 2019b; Forderer et al., 2022; Harant et al., 2022; Sakai et al., 2024a) .
MADA [ZJE{EL L 7=Ed% (MAEPL €5—7) |4, E==/% (Marchantia polymorpha) 73ff
5 CC-NLR BB FIZHBWTH AL I, N KD MADA #RELH 2/ L 7o o g ifiaiitE o
BRI, e EAEm OELOWIHIE TS &5 2 Hi5 (Chiaetal., 2024) . BLERZRWNZ &1,
Z®D MADA EF—71%, B —NLR IZIZRFESN TRV, LIen> T, BEISEL
H & CTHET 50N P —NLR (2B TIE, MADA £F—7IZER NIV,
yﬁ%w%%%ﬁﬁmbkk%z%mé.

Z DL O IRERE kI BHREFCHH N A A LV OfAIL, oY —NLR &SI
7 < focoté:?%z %hé. Bz 1E, NRCO <7 IZBW\TT 2 /) BRI 5
&, ~JL3—NLR T 5 NRCO & Lhiig MADA motif
7‘4’/;, K02 OERERENRED |
515 (X 5; Sakai etal., 2024a) . &5 P'ﬁ"" T ””“’l“"[‘)"

\Z, NRC %y hU—7 k354 < 184 192 477 479

D P =NLRIZIE, ~/S=NLRIZ oo (e2) u
X720 Y Solanaceous Domain (SD) & B

AFFA I A1 157 (Adachi etl, || |||||||||\ \|

2019b; Seong etal.,2020) . SD %, =7
=y BRI 52 L, AT \IIIIIII I

W CTHE S 4L TV 5 (Lukasik- \RGoS “
Shreepaathy et al., 2012; Saur et al., 2015;

Variable

Lietal.,2019) . L7=3->7TC, L@k F"‘ﬁ" 0 MHzmﬁﬁf
9 72 NLR OIEEMbIL, Al b4 DR vl
DI D LTS R IR~ T = 7 ¥

— kT %, B —NLR BE 70 MA 6AV¥S|.9Q!§L%§5

ZRRMEES, O\ TIIEY NLR $0E % [zlls. NRCO (~JL+S—NLR) &NRCO-S (£ % —NLR) D7 S / B i
. : (31 88: hitps://doi.org/10.1101/2023.10.23.563533 )

DREFENE DTN B 45 T T prorer

HolLEBEZHND.

4. NRR v hJ—V Z &k B REFEHE

B DYE P —NLR, ~L 3—NLR 245292 NLR v hU—271ZBW\W T, &ML
72 NLR X ED X D ITHEIE 589 5 D724 9 H. Cryo-EM (2 X 2 BRI Ffidric L v
F ZRHEH D~V S—NLR Td 5 NRC2 1%, TEMALETICATE 2 8K, 4 Bk, S5I2ERK
T4 T Ay MEEERT S Z EnR S (X 6;Maetal.,, 2024) . Z DX 5 e EAR
L, U Y RiikRTO~L73—NLR OEIEM: AT 2 %ER3 5 5 £ B 2 Hi T
% (Maetal, 2024) . JEMHAEZ D NLR EEIRICOWTIE, MADA EF— 7R X D
NABOIE 2 I35 2 & T, ALY - FE AR PRI DS BRI FTRE & 72 > 72 (Adachi
et al, 2019b) . MADA ZE ¥k %1% H L 7= blue-native PAGE (BN-PAGE) ZEBR)3 i <,
% —NLR ® Rx, Bs2, Rpi-amrl, Rpi-amr3, 3530V NRCO0-S OiEtE{kiZ, NRC2 ¥k
UYNRCO @ 720~1048 kDa # A RO A 755 L 7= (Ahn et al., 2023; Contreras et al., 2023b;
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Sakai et al., 2024a) . BRIV Z L2, IEMHE L7282 —NLR1Z, NRC BREAKICE
FNR. ZHHOREENG,  “activation-and-release €5V RIS, L —NLR
RIS DL N—=NLR OFREA Y I —{b& 8T DS S 7= (Contrerasetal.,
2023b) . ZOETNEXFFT AL DL, 1EMIE L7 NRC2 35 LUV NRCA 23AE 6 KD
LA MY —=AERRT 2870, Cryo-EM Ik »CHEigZRS N7z (X 6; Liu et al., 2024;
Madhuprakash etal.,2024) . Z#L5 Cryo-EM LY A kY — A& TlX, MADA £F—7 8
EFET D N RKIGREIROEE D RE TE CTUeW. AlphaFold3 (AF3) [ZXk > TNRC2 LY
2N —=LHEETIUETSH L, ZARL LA R Y — A EEIREIZ, MADA £ F— 7fEIT
NRC2 LT A b — AR ClRPIREZ T 5 & Tlland (X6) .

— 5T, IE L=t —NLR 2, FDXHIZ~LX—=NLR DL T A kY — ARk
EHET DRI TH S, FH O, —iBARER % V72 BN-PAGE FEBR IV T,
T —NLR @ NB-ARC R AA L O—H BT, NRC2 DL VA RV — LK
DFEREINDHZ L AR L7- (Contreras et al., 2024) . L7=1->7TC, IEMHALICHES B —
NLR DOSEARRSEZEALAS, & o —{H]D NB-ARC R A A > &~ JLS—NLR OFHAAEM 2 7]
HEICL, RIS —NLR OTEMA LA E i 2 J eIV RIB S D,

PLEO#HENS, 7V R NLR 3 5 IRV VA R Y —LERT 5 DIk L, ~
NWX—=NLR 1L 6 BAL VA Y —AERT 5 Emaivic. 2O LIS, I bERES
ROZTENNTENDRAOND —F, WTFRO L YA Y —AbfilaE EICRHEL,
MADA B8 7235M& KT~ 2 I IR 240 L7/l Ca2 i A& #5535, (Dugganetal., 2021;
Contreras et al., 2023b; Liu
etal.,2024). L7=H->7T,
27V k> NLR, NLR
~7, NLR %> hU—7
WZRBWT, 7
| OREZFL S NLR 23
Ca>'F v /L& U CHERE
THZEN, HED iR
GIFRIATEIELT B (poa: sx0v, 8X00, 500, orrey
;ﬁﬂﬁf}ﬁb Lj’biﬁl/ \, (AF3: NbNRC2, CC-NB-ARC R X1 ~>/, hexamer, 50xOLA)

NRC2 Cryo-EMAlis (& HEALA) N e (cmity

484K 284K

5. NLR v b7—% OHIfEHE

—IZ, NLR 2SFET D EINE CMDOEIX N b— RF 7 OBRRICH 5. Hil 21T,
FI2 5 R AR LTS, #4500 NLR G FED I A~ v FIZ L VFHE IS B B
VB - BEMEIEELY,  “hybridnecrosis” & FEZALS (Adachietal., 2019a) . L7235, NLR
%, WORRHZOEE LT 5 X 9, BTSN, ITFEOMIET, W< -25d NLR
M3, ~L73—NLR 23584 D IS 2 BUSHlEd 5 2 E S B 2MZ 72> TE 72, NLR X
T OFEFEHENTDHE, B —NLR THDH A XF XF D RRS1 B LA 1D RGA5
%, 78— hF—TdhH D~ 1 I—NLR, RPS4 }5 L N RGA4 DR Aahsitttz =+
ACHIET % (Williamsetal., 2014; Césari etal., 2014) . Z OfiliElE, RRS1 1 L TURGAS 73
TT = 7 B —H iR LT BRI S, ~L2S—NLR 23 2595 & ) AT
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H5.

NLR v hU—27 2BV T, P —NLR o~LoX
—NLR (2%, fEhllofEZH5 “Evab—F—
NLR” DMFAET 5 Z &3S 7= (Wuetal., 2022; Adachi
et al., 2023b) . NRC2 L UYNRC3 O/37 1 JiE(n+Th
D NRCX I, /w7 BT T D L_HIT Ao atid )

L DS A O BRI AR (3 7; Adachi etal,  aamemsmasns o
2023b) . F7z, O~/ N—=NLR &1XE/2 D, NRCX (L, TRVEV (HERK)

BEAEAY7: MADA EF—7 2455 THET, HHTRIEH |y x f"t”f:/ g “f*?’g,
WP HIEEE RS> TS, £ LT, NRCX L, NRC2IBXE  10.11012021.11.15.468391)

UYNRC3 3584 5 502 A2 A CHETd 5 (Adachi etal.,

2023b) . L7=MoT, TARMEMIZEWTNRC %Ry b U —7 NRETHERT, 7
JVFy MU — 7 ORI IEE L Z B L, FEOE L RE DT A T H 1 E
% NRCX 39D Lol EZBND.

HRILT7-EY 2 L—4—NLR 1L, 1A XFZXFD NLR % hU—71bE HIEE S
TEY, NRGIC &4 7= (Wuetal.,, 2022) . NRGIC i#fs 1%, CCr-NLR 7 L— RiZ
J&9 5~ 3—NLR, NRGIA B X NNRGIB D37 0 Ji&lntTHY, V7 FINEFEE R AL
VERE LTS, NRGIC OilafE3eHlY, NRG1IA OFFEd A iiE 24kl 25 = &8
RENTZ (Wuetal, 2022) . FHFLEED NLR FofE A28V T, NLRP12 3, NLRP3 Off
PALESIR A 7 T~ — 7 O AR 5 Z & 23S S 7z (Coombsetal., 2024) .
ZDEIZ, UHY RRB#HSCY 7T NFLE T TR, VIO AT A S
NLR E{=F b, EfEYO NLR % R0ER L CEEERSFTHL EEZBND.

TRV:EEV ~ TRV: NRCX

6. I&R&RIZ

ARG TIE, HE%) NLR 5205 2 D53 T HE L OHFRA DN Tl AR LTz, R~ =
72— 5 NLR Bia 7L, WERFIME 259 0 8E&RE L TH <2
SR EM O BRI AN HNTE 2. L, RHECIEIAHIC L D NLR Eis+% 87
(2B L72FE, NLR DMLOREYIFE « SRR THERE L 72V MBIISC, AR BFRE DS AT D503
SHTW5., ZhHOMEL, P —NLR, ~LS—NLR BLIEY 2 L—&—NLR ®
AR FNFERTH D L EDOND. 2 E TORY NLR 520178 T, T HRERESY
{b. L7 NLR [ OFFBRMERE DA T, BASNNT/R2 > TOZRV. S5, HIfaN~0 Ca?*
TRANED X 5 \HEE R A TR T 200y, F72, CaZHALSNDIEF5#EE NLR D
T CIEEA LS 2 Dy, RIEIAZSIXE L. NLR % b U — 27 OfERERECBE L T,
TF LIV TOBENRD HID. 514, x5 EM T, NLR S0 G0
iy LIV THED D T ED, MYREBRE~OERKICEEZA 9.

it

AR TR LT2NELL, sEE o XY —#FJERT Sophien Kamoun 14787 1 —7, &R
i e R S A VAN S W NE L /b 20| vt =S N = 5 e L L /) W ke 20 v =G A AW/ A7)
b CNCFE N AT DN IR A G AT, RS, ZNETONREED HIZHTY, 4
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TR - HESOERNR, R BImPFFEIN R FPeRT: - Wk 80, KT - 5F
WNEISEEFZICIE, TXEECHE2EEE L. Z 2R L UESHOZEEE LTI, AW
FeD—ERIE, ISPS WEAMRFRIMIFSCEHIEE, Flraffse# (21K20583, 22K14893) 74 6 TNZ JST
SENTOIPEAEZIT THEMmLE L.
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A HIERRIRPIME R+ Xal DORIELBE%E

A A R D AR 5

Yoshimura, S., Yoshihisa, A., Yamaguchi, K., and Kawasaki, T.

The story of Xal, the bacterial blight resistance gene in rice

Abstract

Bacterial blight (BB) is one of the most devastating diseases of rice caused by
Xanthomonas oryzae pv. oryzae (Xoo). More than 45 resistance genes for BB have been
found during the last quarter of a century. One of the BB resistance genes, Xal encodes
a nucleotide-binding leucine-rich repeat receptor (NLRs) with an N-terminal BED
domain, and recognizes transcription activator-like (TAL) effectors of Xoo. To elucidate
the molecular mechanisms controlling the induction of immunity by Xal, we used yeast
two-hybrid assays to screen for host factors that interact with Xal and identified the
AP2/ERF-type transcription factor OsERF101. Molecular complementation assays
showed the interactions among Xal, OsERF101 and TAL effectors. Unexpectedly, both
the overexpression and the knockout lines of OsERF101 displayed Xal-dependent,
enhanced resistance to an incompatible Xoo strain. Our results indicate that OsERF101
regulates the recognition of TAL effectors by Xal, and functions as a positive regulator
of Xal-mediated immunity. Furthermore, an additional Xal- mediated immune pathway
is negatively regulated by OsERF101.

Key words: Plant immunity, nucleotide-binding leucine-rich repeat receptors (NLRs),

rice, transcription activator-like (TAL) effector, Xanthomonas oryzae pv. oryzae
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1. [FL®HIC

A X AIERIFIX Y T L EMEE Xanthomonas oryzae pv. oryzae (Xoo) 12 5 - TH|
FEZIESNDOIMEARTHD. A ROTEBEREMTHLT VT, 77VH, TAY
TNZBWT, ERRWELZLLLITHETHY, BUETHEIMEO A 3 A2 (F
I35 Z &b RN ER 1L L 725 Ty D (Nino-Liu et al., 2006; White
& Yang, 2009). Pitil 2 2 5, HEMHICIIT 272004 XROFEREIL, 1 *
pnfl & HIEMROEROBERICOWTOMAZERT L Lol A 31
FEERR X, D F AW RO T L% E L CHERICHIA &1V % (Nino-
Liuetal.,2006). ZALE TIZ, B4 724 R LV, K 45 HOEGIHEE T2 E
BRI RIE SN, EOEIIHE XTI T\Wd. FOF T, Xal (Yoshimura et al.,
1998), Xa2 (Ji et al., 2020), Xa3/Xa26 (Xiang et al., 2006), Xa4 (Hu et al., 2017),
xa5 (Iyer & McCouch, 2004), Xa7 (Chen et al.,2021), XalO (Tian et al.,2014), xal3
(Antony et al., 2010), Xal4 (Jietal.,2020), Xa2l (Songetal., 1995), Xa23 (Wang et
al.,2015), xa25 (Liuetal,2011), Xa27 (Guetal.,2005), xa4l (Hutin et al.,2015)D
13 i~y I RXR—RA RTrr—=07 &, WIEOMI~DE 13Tt T
%(Yang et al.,2022). — 5T, ZibOEFIWEREFIX, HWEICHOWTAHOE
FTHoTH, 7TV7T 7V HITHBWTC, =V — MUEITEA SN, FEBRICHE
DIVTHIEMBIBRICIR Z R L TWDDILHERES LW Z & Th % (Kumar ef al.,
2020).

Xal X T1] EWVoH < BbWTHL0 G, RYIZFEE S - BEMFRTIERER
+Cd 5 (Sakaguchi, 1967). Xal ZFFoA RMFEE EIZX LT, HAER I BEE
ZEIRERERE L7250, JRBEDIEE 0 FI2iE, MIEER L CHEBET 5. R,
REENIRITIRND D, Do TNDHZ DD IITERET B0, LrL, Z
DO AL T, Xal 1L CC-BED-NB-LRR B BIKTH D Z L 03D (Yosh1mura
etal., 1998), 2&=TD Xoo N d % TAL =7 = 7 ¥ — %35k L TPt 2 5] &
Tz enbholz(iet al, 2016). F£7=, Xal NHARER I HEFEICxH L TE
T,kwoﬁ%;%QMQi%;@A%#i%%ﬁ?éﬁﬁip@<@é%ﬁﬁ
B 73 interfering TAL (iTAL) =7 =7 # — & M5, Xal & TAL =7 =27 X —
OHAEERZ 1T 7627/ X —%BHELTWEINLTHo7iet al,
2016; Read et al., 2016).

FL7=Hi%, Xal i3, }f@ FEERRE AR O TAL =7 = 7 ¥ —%§8#% L, HR
Tk ) IERICRDRGIME A E T A X R E LT, ko —H, Ko A
%ﬁ%?&ﬁ'riiﬁ@%?%otk%zé. RN D, < OERERFED TAL
B EETDITALTZ 7 2 7 X —%,ffo72 2 LT, ZDRNER->TLE-T-.

2. AEMRENTERT
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A, %ﬂﬁﬁ%@%éhté%ﬁﬁni%%@ﬁoﬁ PR A~ D it

IZE > THRIZOT B, A RMIOBEHIHERE T ERICHT D EPED ¥
N2 K o THFE I T & 7= (Tekete et al., 2020).

FEERR ISR 2 PR s ORI, ChETre—=vraInE
RO T, Y ORPTERE T & L Tr b AR 72 NB-LRR %723, 1 Bfs1
LINEODODo TN RNEWNS ZETHhHDH. P4 O Xal JEIZa—RFEhd,
Xal & ZD7 L)L Xa2, Xald OFHH, N K2 Coild-Coil (CC) -BED R A A >
ZFfD NB-LRR OB+ ThHDH. TOMOELETIE, THREMXF—F
(RLK) ; Xa3/Xa26, Xa2l, HRS# S —+¥ ; Xa4, SWEET Bz D7 ot —#
—Z8 5L xal3, xa25, xa4l, SWEET #{5 1 DHREIEMHALIZ LB 72 FLARER B[R] 1~ ;
xa5, MEE @A CHIAE 2 2 = Executer Z A 7 : Xa7, Xal0, Xa23, Xa27 % &
725 T 5 (Yang et al., 2022).

3. 1 AEHEMBRENDI IV Z—

HIEMFEIL, 20727 X —F X8RS, Typelll 73Uy AT A
ZRALT, A RMENICOWT S, ZhboDx7 =7 Z—I%, 4 FOKIBAT
L CHREIN - & L CTHEBE T 5 Transcription Activator-Like (TAL) =7 = 7 % — & |
LIS D Non-TAL =7 = 7 X — |25 S 5.

Non-TAL =7 =7 ¥ —|%, ZRER7ZAIESETHY, A FOHIN THRIER
Jo & LT D &5 2 LD (Block & Alfano, 2011). 24U FE TIZ 20 fEfEIZ &
® Non-TAL = 7 = 7 X — M E#E X 7T % 23 (Furutani ef al., 2009), @ L7=7
2 BRELS - BEREIZ A WS STV e, RAE B OAFZEEE TIE, Non-TAL =7
=7 X —D XopY BNXF UZFKIENL DY T FAREICZEI D OsRLCKISS,
XopP NEFEDKR YT 4 T X2l —FX—L LTEHL, E3 28FF U0
—EBTH D OsPUBM ICEFNENREA L, BEZHEL TCWAH Z L Z2HEL T
% (Yamaguchi et al., 2013; Ishikawa et al., 2014).

TAL =7 = 7 Z —|XHEMIFE H AR R 1 FEE O XooT7174 12 16 f#(Ochiai et
al., 2005), [F] I #EE XooT7133 (2% 16 fiEl(Yoshihisa et al., 2021)[FE LT\ 5
ETHTAL =7 =7 X — ﬁNﬁm;“M/ﬁ%wMﬂ HHYLER 53 12 DNA &
BT M0 R LA, CRIRICEBITY 7TV EIREIEME KA A ‘/%‘fﬁo th
JER> D DNA FEA RAA L34 72 V% | == b & LI ERSIIC
TR S, BRSO 12FB & 13FBHOT 2 BEOMAA DRI ;of
F“ﬁ%ﬂWAM@@%ﬁﬁﬁ&ié SFEV, TALZ 7 =7 Z—%, ZoOHi

57 DIAZRAN D 2 = /bﬁk,%@12%5&13%5@7\/Mﬂﬂﬁ5%
DD, N Kbuihsy, C RYmahs) i#ﬁ’ﬁwmﬂéé%ofﬁfémfwé
TAL =7 =7 4 —%, A ROREDBIFDOTrnE—F—IIHfE L, 5%
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EMAET 2 28T, AEMBEOBIEIZCHES L TnD EEZONRS. Hlzid,
AvrXa7 X° PthXol |%, OsSWEETI4 B 1D 7' uE—& —|IfiAE L, WG E2 M
{t:4" % (Antony et al., 2010). OsSWEET14 [ I a2 JF7E U CHE 2 finsb iz HE
T OMEEREARE 2 — L TR, HEENEET L2 LT, 7RSI A N T
ORI ICHEN G S, KERE LTHHESIN S B2 5. 72, AT BT,
X001996 M7 A FEDHFIEARTH 5 OsLsil DIREZTEMLL TWAH Z 2R L
7= (R¥3%) . OsLsil 13S0 7 A 32 % Mg PN~k 3 % (Konishi ez al., 2023).
TFARIIIHEHEE IS T H/PEEZEREEDL LV HMALH D T &5 (Van
Bockhaven et al., 2015), fIENFAET DT RT T A MG, A REREL T
HAREMENEB 2 HND (R¥EFE).

Z DX 97 TAL OEGIEMALREIL, WA R L > TRIHS TV D, Kt
M fs 1 Xa7, Xal0, Xa23, Xa27 1%, 7 uE—X —|Z TAL =7 = 7 ¥ —fEA
HzFoTEY, TAL =7 =7 X — |2k > THEENEM LS, RYHHRICE
WCHIBE 2B 292 LIk - T, A RICHBERITICR T 2507 724Kk
Z A5 LT 5 (Guetal., 2005; Tian et al., 2014; Wang et al., 2014; Chen et al., 2021).

4. Xal

FEFRATL 1998 HZ Xal 2~ v I RXR—A R a—= 72K > CHEELT-.
Xal 134 RBFEEENRBET 5, BIEMWEO BARRER 1 #EE T7174 (2535
FEFITRNMEUEZH ) BIEFTH Y, FHA4GORITERT HEMERETFTH
L2 EMNbo Tz, HEEORER, Xal B5 1132 5409bp T 1802aa % =
— K95 CC-BED-NB-LRR H5Z5{K T & - 7= (Yoshimura et al., 1998). 4 xD 7
0 h7'Z A MZ GFP-Xal Z2RBLEIE5HZ LI2L Y, Xal 13 EMREIZRET
52 EMRENTZ. GFP-CC-BED (3D A THIZ SN 5 Z L )26, CC-BED K X
A UPERTEDIER 2RO b D LB 2 biLD. TT174 [T Z R 3 A R ahfEH
ANE DRNLEIR T xal™P (X, Xal & #E LT LRR OFFNIIIRKE S B2 H D0,
CC-BED-NB RAA U FFEEA LR LESITH-T2. ZOZ D, ¥, Xal
IX LRR RAA BT 7 =7 X —% i L, CC-BED-NB K XA %, #f
FAN T 27— RIZIHFRIREE T O O T Rnw & PREL Tz,

2016 FE1Z, Xal VR L CWADIITAL =7 =/ X —TohHZ &, iTAL =7
=7 X =0 Xal OFGEZIET L 2 ERH LN ENT=iet al, 2016). iTAL
TT7 X —XTAL =7 =7 ¥ —® N K¥i® 58 aa & C K 100~200 aa 73
RILIZFTHDH., TAL 27 =7 X —X, A xDO7a N 7T A N TO—iEl
HHUZBWT, HROZLRBS, BIIRETDH. RAblE, A1 x7a b 77X
k% V7= BiFC 84 ¢, Xal @ CC-BED RAA VN TAL =7 =7 X —®D C K
U NAA &, BECTHEERATH Z 2R, YT LZLRRIE, =7 <
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T H—BERAA L TIERWE I THD. L, BREY— 147U v K (Y2H)
RNP T L AENTTIE, Xal & TAL =7 = 7 Z — OB EAER 2 /eil4 5
ZLIETE LA,

Xanthomonas oryzae pv. oryzae Xanthomonas oryzae pv. oryzae
apoplast T7174_ 55 uum apoplast T7133_ &=

Ve — //,,
/ cytoprasm % \\ /" cytoprasm
[ === Transcriptional (
s Activator

Like effectors

0

\
c== Transcriptional |

wem Activator
B Like effectors
nucleus

— . »
[ TAL o} swia o8 i VTAL og swia b’

. Es HR | : }t
| T e __’J’ | | RS g,
\ / \

\. r

b

nucleus

X 1. A REHIEBE T Xal & HIEMBFEO TAL =7 =7 ¥ — « iTAL =7
=7 X —OFEAERIC XD HR OfFE & HE

5. Xal EFHAEAEH T % OsERF101

R BHIX, Xal 28 TAL =7 = 7 ¥ — %58k L721%, HMIIRNTY 7 VR
B2 ET 5728, CC-BED KA A &~ A MIHWZ Y2H 1T\,
AP2/ERF # A 7 DU BN+ T& 5 OsERF101 % B4 5 Z LN T& /-,
OsERF101 [I#ZIZRTE L, Xal LB CHAMEMTS.

Xal ZFF oA R mfiE EICBV T OsERFI01 #@FEPEH ST Z 10k,
Xmmﬁmﬁxwww4ﬁmﬁ#é%#%ﬁmﬁiDﬁkéh/&nﬁﬁ#ﬁ%
FEHE L 72V XooT7133 12k D REmMEICIT 2 < B2 &5, ERF101 (&
Xal {KAFRVRST é%E_ﬁmLTbék%z%hé & Z AN, CRISPR EIC &
% ERF101 / 27 7 U MEW S, @RIFEBHEY & AR, Xal RAFAIEPIHED X
VL END Z LR botz. 5D L =4, FhizHid OsERF101 |12 L » Tk &
NHRRIE L 1T R %, OsERFI01 12X » TARICHIE SN D, Xal IK{FEZ2B] DO
P DR AFIET D & & 2 TV D (Yoshihisa er al., 2022).

XooT7133 AL ]
Kogyoku(Xa?) mock XooT7174 (iTAL)
= =N '

WT :
« HHEEES i R
OsERF101-OX #2 bHLH Transcnptuon factor ! Myb Transcription factor
mmE=ry 5 e
oserrror-1 [N [ [ injection , !

Immunity 1 Immunity

X 2. Xal IKIFAIRHIMEFERIC I T D OsERF101 D5
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6. &I

AR, 7 A FETBEMEEIC LY NLR O 3 IRCHEENT Sh, S aA X
XF D ZAR1 XU, —E D NLR IZOWTIE, KIREENDS, =7 =7 Z—
ik, WMWTHEPIMEE R T A ETONLR DES, LY AN —AEKETD
A5 5 X 91278 - 7= (Wang et al., 2019; Kourelis & Adachi, 2022). Xal (Z
DNTIE, ED5 182 200kDa & IEFIZRE L, Z o XTHEORE, FEENK
HTHDLZ LD, KE, MEEMITT 21213 E > TV, ZivE TS
TUW5 CC Y NLR 2SI BE L TV D DICx L, Xal ISZICRETH 2L
DRI TH D, T E TITHENHEE STV 5 CC-NLR E[RfgEICA Y I+
—(bL, BEEIZBWT Ca' F¥ XV ZEE L TWDHD0, HHEWIE Bied
MREIC L - T, B2 FE L TWDHDM, TAL =7 =7 Z—H 5L IiTAL —
T2 A= EDXIITHAEERLTWA DM, OsERF101 (£ E D X 5 ITHERE
TWBDN. RIADTZD, 5% S L.

HitE

AW OZATIZH T2, T3, TS 2 W2 & £ LeZ < OFRITEH
72 LET. g, I X—VY K% - Bing Yang 2%, FUELFL K. « B Fakif#d=,
AFEM TG v Z — IEKUE BT R, mEKY - ERHERRIIES
KipHTXEEGD E L. WHOBREZRLET. £/, AFRICEKL T
TG DT < S ADREFEAZEITEH LET. AFRO—HIL, Bemas
(19H00945, 24H00515) DB A3 TV E L7z,
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Harnessing the Soil Microbiome: Novel Strategies for Enhancing Disease
Suppressiveness in Agricultural Soils

Abstract

Soil-borne diseases pose a significant threat to global crop production, accounting
for 10-20% of annual yield losses. While soil fumigation has been a popular
method of controlling soil-borne diseases, particularly in successive monoculture
fields, there is a growing need to minimize the use of chemical fumigants due to
their harmful effects on human health and the environment worldwide.

All types of natural soils inhabited by microorganisms have greater or lesser
suppressiveness to soil-borne pathogens due to combined microbial activity,
including niche competition and antagonism among microbes. However, when
this suppressiveness is compromised for any reason, such as continuous cropping,
changing weather conditions, and improper soil management, the incidence of
soil-borne diseases increases. Consequently, soil-borne diseases are referred to
as "microbiome diseases."

Developing disease-suppressive soils by manipulating the soil microbiome is an
ideal strategy to sustainably control soil-borne diseases. Our laboratory has been
investigating the development of a new type of agrochemical capable of
transforming disease-conducive soils into disease-suppressive soils by enhancing
the disease suppressiveness of the indigenous soil microbiome. Recently, we
discovered a unique compound that stimulates indigenous bacterial antagonists
and can enhance soil suppressiveness against Fusarium wilt.

This review presents different approaches to manipulate the soil microbiome to
suppress soil-borne diseases, incorporating our recent research findings.

Keywords: suppressive soil, microbiome, Fusarium wilt
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1. [XC®IC

TERER, BIEWICHERRNEBRILEZLT-OLTEY, 2O E I - mYe
I R0 22 S An Ye MR 4 B [F1% (Yuliar et al., 2015) . Rhizoctonia J&=° Fusarium
J&, Verticillium J&, Sclerotinia J&, Pythium J&, Phytophthora J& 72 & D5 JFUH 13,
ALFRIYERAY, US, BRI E SRR BRI 50~T75% DI & KA 5
£ ZL (Panth et al., 2020), UL EHE KD 10~20%% 5 T2 (Yuliar et al.,
2015) . BURTH, LR EFEITIEELME TH L2, #EKIEREABIEDN—AT
AT T 5L, 2050 21T LERFCRRE D BAEOK 3 FICHEMNT52L0 FHILHY
(Delgado-Baquerizo et al., 2020), = O EDOHELAMEN B EIND.

T E X R OFEARNL, WlEEICLAWIREEE ORI THLDS, HEIENRIRE
2o TCWABIE DB R R CTIXEENNEE CTH S, £, EAEM 5 I35 U #E 12E
IHH RSN TNDIEH L, 7r— L E Y EOEAFE W HIEHEFERHE— O
BiBRxt R 72 DG G M. 20— 5T, BAANIEEN RS, BEAMD KEWD
ED, HHRBAE N RO DN TS, WNRE DT HEVD BB AT LEEHK |
TIE, 2050 FETITMLFRFED 50%HIE (VAZHE) S HIEEL TED LTV D
2, ZOBEEZER T D7D R R A O KIEREHEEA R TR THY, R
BRBREAT OB RN BB Lo TV D,

81 gL, /KR TH 100 (8, B TFLOMAEMMNERL TV (Kirubakaran
et al., 2020). F£7=, LEHREE OGO TH O Y OAREIZIX, J&8 O 3810
HEE~BTHELEWEETHMAEMPELONTEY, 20O 5T THADITM
Boasa=F4— (WMAEWHE) B L TWD, AEMENTIL, EFICHLERGR
FRoE G SRS T 5720, AR LR EWVICES, L2 0ITHmHEL 2R
53LfFEL T 5 (Machado et al., 2021). HERFEED HECRBEOMAMED —
BTHY, ZOIEFERAE BB EIXEO LAY B EH O ELZZ T TEET
L. R BT, MOMAEMNDOFH S - FEHUE R IC XV R E o 1 Fil 72 1 5E
RTEMHAITE ZIZND, EERRE A, Nl HEE BRI LM EME D
BEELE, W E IS T 2MIE DA TEE, TEREDVRAIEZEHDDHEEZEZLNT
W5 (Wolfgang et al., 2019). D=, HEREORLEEZ T T57-0121%, +
BORBEOMAEMENTIERL W AMAEMM OB A - FHHUERZFRIAL, 7HIEE
Xt T oML N2 @mDLIENEETHD.

Tk, THEOBFEFEMIE DER ESEHMOBRBEICEFERVEA TND.
ZLUTleir, TEMSIME OEREEZRL, ZRBORBLELZIMH T 21EHEEZL D=
— 7L GO R RITRI LT, REE T, EES OIS Z2 X 72N5,
ZOWFFREDREAEL LRI DOV THEAT T 5.

2. MRAEHALIOBEVWVHEMEEZL ORHFIMILLIR

WIREMIE DR E <, TERENRBAELZVHEER LB LT, E1b%
< DAFFEZEDHFFEL TV D ORI FAIE 45 (suppressive soil) THD. FHIF
Pk B8 L X, WIRES LERICHFTEL, DOoRWICHE LIERRESETH DI
LN 6T, BERMEOMEMERE L CHLIRENBEAE Ly, i3 T
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RWER 7 £33 T H D (Schlatter et al., 2017) . ZHETIZ, I LAFVAEF R
T TAEL DD, TARERXEMNFERE, SEIERFEEICHT DB
IEEER RS TR SN TS (Exposito et al., 2017) . RIFMIL HHED
MIEYEE, Z2< 056, ZOMEO FEBAMFEIZLV ELTEA TS 2 E
ML MNEIRo TS, IR — v v v 7 H &2 T2 AW & O fi#dT 7e
Enb, RBFMIELEIIRFE LT (—R R 18 ([ THMAED OIEM
RZEER R, DWW, RO RPUEMEYE & AT 5 Pseudomonas J& B X2
Streptomyces JEH 72 ERFE O TUMAERENERE L TR0, MAEYEOWHIFE
ML RENZ ERRE L TWD (Sagova-Mareckova et al., 2023) . Z D k&
O TR FE NI RO R ME A N THICH B T X, ZER 7o 8855 5 Il 2h 3
NELNDI LD LEHFHIND.

3. BEohMEMERAW/AMFaria—)L

NAFar bma—L, ROREIMAED 2 LEOCREBICKERAL, A
MENICELSESESELZLTHRIERMENZEHO L HTETH L. FEORH
WA O N T HERENIH TE 52 L0, 100 FELL EFTOH® T (Hartley,
1921) CTERICHE SN TEY, BEE CLHMRMENPEI N TND. EHD
X, *FX L =T ORELENS, HHERO b~ NEMFEICEL) 2 R~ TR HUME
Mitsuaria sp. TWR114 #3 X OF Ralstonia sp. TCR112 #£ % % R L 7= (Marian et
al., 218) . T b ORHMEKIL, RERD O ELEEAMBITITE > TRV,
INETIATONTEW KRB OMIRIZ L0 < OBEF RETIMAEDM N R R S
N, SFEIERERPIMEMZAEAE LR - EiE v b (Lahlali et
al., 2022) . WML 13D 5 RBHFMHI ORI AEM 2 FrE L, HEFHEO A
AFar b — I LI F0 S Rt dlE S Twb. Zheng et al. (2021)
X, HEAFMIELES L OEMFEE LB TRE L2 N a DREMAEDE O
b AT R K OMAEMBMEEERORxy N — 228 LT, FFEOD
Pseudomonas B A HAEHRMIEMEICHF G LWL Z EEH LI L. S BIT,
Z @ Pseudomonas JEE & 0L, NA A arbte—rTz—Yxr MELTHW
52 LT, ANaFMIEOHRBRPIERICHEH L TS,

L LENG, BEORIMAEMEH - a3 e —uiX, RO
TEBFEICOBR R ERET 2RO AN DD T, RO —EMITK
FTHEVIHIBELFETD. ZOMEDOERJFKRIL, EAIRI koM
s, AGITO LEMEME TGO T, +oREBEELZHEFTERNI &
oD, LN T, HEHMAEDO IR E ITRE BT 5 ZE R E A % 4N
HIZEB S L0008, BERMMEREL 2> TW0N5D.

2T, EEOMAEME T S LD Synthetic community (SynCom)
ZHAWEANALAAar be— VIZEABRFE LN TWS (Zhang et al., 2023) .
COT7Tu—F T, BIBRA D =X LORRDLFERMAEMKOMBAADEICX
DFFNIEC, WA TOMREBMTEIZ L DRELEHS LEMAEDE~D
BINEDM EEWo BRI K Y, SEIEREMH T CEENRBIRDIENE
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b LI TWSD. FEEE, SynCom D AT, H—DFEHMAEMK % &
ALTEGEICHRTEWRERDIELGEONTEFHRZHAREINLTND
(Niu et al., 2020) . E£FH o ¢, EdROHHTME TWR114 £k & TCR112 kDR
AHE T, REMICHFRIFHBRDER M ETDZE2HE L T 5 (Marian et
al., 2019) . =77 L, HEEHOWMEMDOa L B2 —2 3 Tho T, FHE
LR AEY R L O AAER DR CHEE P AE Y O BEIECIE B 2 BNl S 4, BIRF L
RV ENE LN WA NIEFTITEZ W, LN - T, ific L TR iEy
W ET A T 2NN E%OMELE>TND.

4. T EMEVEORRENLAZEDLIEREEHM

THEMAEDENOMEY OIEESLEZERE L RO D, & D WIXMAEMENITAE
ETHHRMMEDOLERBEZ O D LT, Bk LEICEM L7 L3R
BEAIM LIS ET567 7 m—F AL TS, AkoiEmiey 25 A
THURDNNA A ar ba— VTR R, TOoLHO LEBREYMEZFHT
L5280, BELZHEMRDRPBFRFIND., ZOHEO—DIZHFHBER
MOMANS 5. AWEEMITIE RIS THHBICHWLNTE N, EFD
AHEEHEOWIEOF THIME I TN D.

AHEEM ORI, TEHEFEZDEOICHHETI20RE2RTEONRHFET
L. REREIE LT, FFUOHEM (D=0 iR y) BETFoND.
XTFUEEMERBAT D E, T oI A b > Streptomyces B H <
Lysobacter JBE 72 & 725 L THNT % (Iwasaki et al., 2020) . & DO#5E,
AN BE O F ARG R 7IZ X F > &2 IR ECRIRE N S hu, Fusarium [ S0
Verticillium J5 O F& A58 S 4125  (Cretoiu et al., 2013) .

2R ANORMAIZE D EEREMHDIR A BESNL TS, HHFED
2 R A KO A T Fusarium oxysporum <> Verticillium, Rhizoctonia,
Sclerotium, Phytophthora, Pythium 7 &% 5K &35 & & & & 7e L HEHRE M
Hl &z ENHREE S Tvb (De Corato, 2020) . fl z1F, & - #{E (2020)
X, EUYVOFINBERLEIIXa Ly RAMNOBHTY 2w U AR %
RMCIHI TE L ERE LTS, a AR MEMIZ L B EME O 2
= RALFEBGFEL, 1) aVRANTOEHEYEZRERE T 5WMED O
JEIZEE Y A ER OME, 2) a2V RA MNICHEET DREPBAEY IC X 2 EB
B 7298 R O], 3) a2 ARA MEKAEWICE D EEREMEOENLEZN LT
MR 2R, RENREToNS.

BRI T, WREOFIIIC X 2WEIHDIRGIEA S ATEY, ATy
TNREOB E AT X D 3T T Z W oMl (Yuan et al., 2021) CHaH b
D E AR L DTF 7 AR SHOME] (Han et al., 2021) 72 &, ¥z
RARADRE SN TS, Wb AW O 2626 F Bl o B #2172
JRIRTHDHZ ENEHAINTWNDS.

INHOEmAIE, FFEOAKMEEMOAN LEFEEMHICAEITHL Z &
ZRLTWS., LrL, BMoMEESCH S, #iny hoEWIED, 28RN
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BB 6005. BEICL s THUHIIERN 2 WE T T, BREzhET L2
EbdHH=H (Bonamomi et al., 2007) , BRATHEM OREICIZEEREAL T
VEND 5.

5. 1EWMEVROFEREMLENZEOHLILED

fbtE Ol T LEMEY 2 SE L, HEEMIE %2 5D T LBREZ
HT 222 LMD 5N TS, Posas et al. (2007) 1%, HEHOHEEST I /
MBrmFERELTEEL, b~ MEMHICHT L LEOMIEELAW LT 20 %
BE L. TORER, Zsra—2eraly, JAgiy, BYy, TA¥=
v, U oRETHEOMADIFEENBEFICE T, HFHIHORA 2R T
52 EEWLMMC L. [FEEIC, Shimizu et al. (2018) & HAEFDJEHIC L 5
T U ASAERIMIEREREL, SRR TN =R, VILER—R,
Frue—20MHAICBBEMEIIRZRB DL 2WELTCND. £, BT
RBO L RIRSFILEWTE T TR, B FALEMITL RKOREZ RS
LORHDH. FlzlE, Z7IVEBRT7IVET NI UVLAORMAT, ¥=20UD2%
FRIC KT A MIEER M B35 2 EAME I L TS (Jiang et al., 2022) .
INLITESMIEOB Y T ABRTH DN, —HOT7 7y —IF 2 —T AMLT
Ty NITAMOMEN ZNOILEWMERERE L THEL, ZOMEE L
THAIER 2 E v, F. oxysporum OHIENHIE S U, FHEAMHEI SN D XD
ThD.

BOAE OO, MR W %= LT, BHOEFEICA RN MH <
P ED e EOFR R MED ZREICEEIE TVWDZENHLMER ST
72 (Parketal., 2023) . ZOZ LD, ROWMICE TN HRWAED DLE
BEhad 2RKWEZ FET VUL, WEMGHED EERERE, BICHE
DR TEMEDEOREZARICT HIREEPHBTELLEZLNDL. FHEE,
Wen et al. (2023) 1%, WEICELE LMD EA L fE2EE S TITREKRAED
ENRBRLDEICER LEWENS, MAEWMEOFRFEEMIEE 2 m EX¥ 2518
MazRE L. 61k, SMWBEBE» /S N~ MK S BHE ~~ MMEk
EERELL, ROWMORRSHARELRK L., ZhicX v, #EEEEORS WY
FICEBEICEENDIIESDEBE L. OFIC, #6095 5L ERIFEENFE
JRELTIFEEAERIAT A EDOTE RN 7 kY (VAR—R, R, Fiu—
A, =) —RA, =R, F)a)F s vy, UE M=) BEY, i
WCIRARES L, BRICHT2EBLZHELL. ZO/KE, HOEOFEIEME
MBEOZERMEREEDY, b~ MEMBEABEFICMHI SN2 b, Z0kE
Wi Tk EBREROIZODO T VANALFT 0 7 A (CHRMED Z iGN
b« HIMESELIHF) L THHATELREERH D EBRITNDS.

EELIL, BREBETOHLIXXEHORM - fEICET 2% 06, ERIFIC
KT LHMEMEFETLEH L LA MERA L. XFXFRFvRF, =7
REODXXEHE Y UBEELEMES D WVITEWIET D L, F. oxysporum 2 X 5 7
VIS5 (FERBEO—F) ORENIH SN Z EREMNLML TV

82



(ORI, 2011) . & 61T, XFFHORM - wmiEix, v U BLIOEYOZFE P
WCHIRN D D Z L NIEFEMHRNTHRE 7z (Huang et al., 2012; Liu et al.,
2013) . EEF LY, XFXFBLP=T LR T L Y UORMBEERRZITV, &
FRNBEICMH SND Z L 2R LE (AHRAD, 2017) . % 35 4EFTIZIT
DITAIEN S, XFEOEM - WmiEOZRIHIMEI 2 RIL, *FHOBEIZE
B 5#HME N RIE TH 2 TRt e S Tz (&)L 1992 5 AiL 6,
1987) . EFH 51X, ZOBMMBELWE ST, RFXHITTEORIME % B X
MO DIEMEEEL TWDLARER DD EEXTZ. £ZTET, ¥
FOERAE - IBAEOZ RG] & B E OB EMEZ A L2, £ ORER,
FX AT 5 & LB J T Flavobacterium J& <> Pseudomonas J& 7% B 3 |2 1Y
FEL, ZINONHEE O &AL ET S 2 & T, ZRHOFRIHEZ G L
TWbZ ENHLME -7 (Nishioka et al., 2016, 2019) . S X2, R XH
INLOHPMEZ THBICEBIE LA T =L OWTHr L. Eiko
EBY, HMEOERIL, XXELIELETILEWICERT S ETFHINT
ZEND, AXBORMOLAKEMR >R L, TORS DT EITO L EBIT
R STl BBIC G L CERBMIEELFET o EE2RME L7, £
DFER, FXEIBEOCERTDHIVXTF R THDy-Z VX I )L-S-T U )L
AT A (GSAC) ICHHERZRHMEITENENH H Z L 2 A L7 (Nishioka
et al., 2022) . GSAC L IO T XTF R IFEZELG T HLHX HEIT 20,
WTFNOXTHRIFITIE SiholzZ &b, ZoiEMIEL GSACHAD Y
DTHDHZ ENRRLMNERoT2. GSAC G LI-THDRe?% 2 EED 1
DOEFE#EE 16S IRNA 7> 7V arv v —F AT LI 2 A, @B LT 3
MR OMEBERENEIE L TWDH Z B Lz, BIRENZ LI, T0o2b0 1
FEXE X, X OMRE THAET 5 Pseudomonas J& & [ — % # (Pseudomonas
fluorescens complex) DEF TH >7=. XX ORE )5 438 L 7= Pseudomonas
JBEKZ, GSAC &5 HEIZEME T WM L TN LA OEIZHT, 27
D5 BEIHIS S D MIEVEZ e U 2GR, RiE O @O J7 235 i ki VE &2 0w
L. ZOZEnDB, GSACIE, TEOHHIME CTHh 5 P. fluorescens complex
DODEBEZFHFEL, BWBELTELZFZFRRMILE LEIIEZ 52D TEHEY
Thd EEmoTT-.

BAE, ZORRAZEIT, BHEMELEO N TEHZ GBI 2 KRR O 2
ORI TH ERHEMIELERTND

BHYIC

THEH D VIIRE OMAEDEDOIREN LBFEORE L EREICEHED TV
THAHIZEIFENLVDIL TR, Wit —r v v 7 E3 LW EMT
B oX%C, TOMEMEOFEMNIR 2 I NGO TWD. ED X5 7k
EMEOEN LB ELZHET D), DF 0 REFERMAEDRE & ITMH, (I
ODOWNWTIEHRZHIRLE LW NZ NG OO, JHEMIEN @22 AEY#EIC
LTRSS EIERIEDHALNE RS> TETWVD. 20 ORFTOME ZIE
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MY E T, KR TR Lo & 0 RUEw S S8cE 8 s S b2k L, Bikk
WEE 72 IR E~ORRE L TRSHHA SN D B kD Z L2 MfF Lz, [A
RIS, ZOEMOFEL, FrRREET AT LOMEL, LV IR 24
FROEEMMEFICERT S Z 2> TW5E. 5%I%, FERT FTo—F &
FEFIEEEZ S DICHEE L, R OMREEZEMRMICORT TN ZENEE
THhHI.

ARKWFFED —ER1L, B &b (24780317 5 L O 22H02344) O XE%
BT CSENE L 7.
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Yoshida, S.”

Significance of preventive management against soil-borne disease in sustainable agriculture

Abstract

Soil-borne diseases have been recognized to cause significant negative impacts on crop production.
Although most farmers have been using chemicals such as soil fumigants to disinfest the field soils
before scheduled planting against the diseases because of the difficulty of control once the disease
occurred during cultivation in the fields, such conventional applications often cause an excess use of
the chemicals, thereby increasing disease control costs and inhibiting agricultural sustainability and
environmental conservation. To avoid the unnecessary use of chemicals for disease management, it
is necessary to diagnose and assess the disease-occurrence potential before planting in each field and
take appropriate control measures based on the potential degree.  Since such decision-making system
is based on health check-up system in preventive medicine, we named the system as the Health
checkup-based Soil-borne Disease Management (HeSoDiM). HeSoDiM is a promising strategy to
realize sustainable agriculture by decreasing input of costs and environmental stresses to arable lands,
and necessary to be more propagated through further research and development on this soil-borne
disease management system. This paper introduces the outline of the necessity of preventive
management against soil-borne disease, contents of HeSoDiM and artificial intelligence assisting
HeSoDiM practice recently developed, as well as discussing future perspectives for the propagation
of HeSoDiM.

Key words: Atrtificial intelligence, HeSoDiM, HeSo+, Soil-borne disease,
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1. [FC®HIC

THEYMRE (BERE) 1L, THERICART AREEIC L > TEH O MR S
A, RREOREIC L > T, S HICH EOXEE REINDHE (BH, 1998) &L
THILINTEY, WMEICFEmINTT 7 — NSRBI UL, B4 U o EEE
DIFFRDELER /> TnD & STWD (B, 1988) . —ikiZ, THEREIIBERD
L<, BBEHEEEORZ eEEZ KT T L SN, S DITEFE TR, BETOERE -
BT, TEEREDORAEDIHEREED E o T Lo TLEIGEELHDH. 2D,
PE RSO ORI PEORERF LD 7= 00121, THHEREMNRN LD EEL > TS E
W25, BEEERED, BESEPICHRAELTLE D &, ZO%OXRDNEARIN TR
% T LD, THHICHR - BRI 5 2 L LB TH M, ZO TGO DI
13, BESTOIEREDRIFAT Y Vi TO2W - FHMIiL, BEROGEMEDHIETROR
UL R ND LN DTk i U DI S T 5. B BIE, TIHES
DHOEGLE LTITHOIL S B b O—fREHIERRZIN S SBEEZ 2512, 2o Lz
THREEHOMIE 2 FET 27200 T2k - Bl - DiR) oo 71—2Ay
— 7 &BRL, MEREZWORAUTES < HERFEF ) O35EFRYL (Health checkup based
Soil-borne Disease Management) DSHSCFAZ LY [~V 7 ¢ 2 (HeSoDiM) | L4 L7z (—
AR N B A2, 2020 ; Tsushimaand Yoshida, 2012; Yoshidaand Tsushima, 2020) .
ANYT 4 M, HEREO TR E BRI ERIENL D, R ORRG AR A RE
FHONGEMEDOR FIZE#RT 2 Z LA CE 2B HETHH. ARRTIE, THIREFIRT
BVBEREBLOMENE, ~VTF 4 AB LN YT ¢ DR DT DICER S - ATY —L
[HeSo+ : ~Y 7T A IZOWTHERT D & & biT, ~VT 4 DOWR DI DE % DFRRE
FIZOWTORALZIRATZ.

2. HIEREICHT 5 FHMEEOEN

THERE, B CTOREIR I~ BRAET D L ZDO%ORRBP—RIITREE L 72 5.
FREOREEIC X » CUIEEERT ORI RO ATRER b DO L H DD, TOHAETHINERAEILE
WU Z BEBRCES 555 IR RN S, B DOIGRICRE X A=V R H 2T
LED. 2ok, EEBMCIIEEOFREZ AT 57200 PRHIHE & LT, HaS
MDIREITXT U TR RN e A7 & O3 A BRI 2 DU CE BB 2 i —a
AT B8R (Lo 2 —BhBR) BMThbindganEn. L, 29 LizE—R7efE
X2 TPHREBE T, HEAZEDLRS THIWEBI O BHICHHEHALTCLE
I, FERANER VBT IO ENAEL, FERERANZBLERDM T4 T
LESZEERD. FT, TFEOMKRNREIX & LT, 1EEEORFEEIIRE~DFE
72 EOBLE I DAL FRIEOM A ZHIIR T 28 S EFRIICHEA TR Y, s ETIIEMK
PEARIC K- T 2021 4F 5 HIZRE STz THE D O AT BRI | 123U T a2k
& (VA7 H#5) O 50%(E08 3 2050 4% T2 BFE 40 KPI (BEEHEETGEE)
ELTRHRESNTWDS (EBMKIER, 2021) . EEERAAOMHAEZ ) A7 BE CRIZES
2, BEERERRICHEH SN HES AZERIO D LFIEGNKREL D120, EOfMiH
SNORE T NAE%—JERED Z ENTHRIND. 51T, 2018 HITUIE ST 3R
REERICEES & 2021 AE B BME ST EESRO BRI I L 0, B ORI ATRE R SR D
BN D Z ENRA S TERY (W, 2023) , ZO&RME 25T HHEMERINS %A
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LIS KRR E > TLE D AIREME D BOR. 29 LR =— A0 = b
BEz oL, THHBAIZERMCHIRT2REHE LD 2 EITHEOBETH L Lk
£9.

HEEEAI ORI R 2 X5 72 0120E,  FPIE 3BT bR B e <o
A GINNILTZ 9 2T, B SN Srosmm O L OREO TUIRIERZT %
BRI 23T Z E AR OEETH Y, THUTL Y AREa X MOEHIOBREE A O
RIS B, FREZEOHEEIZ L DN D, EFHIE, 29 Lf:?%ﬁ@fﬁﬁ%ﬂ%fi%,
—ENERZENC IS b NOREBNS B D EE 2T, —REWIREREZ K
I JERMAAEE R & D FEARIE H OR2Hr & 2D & B S Ok 2 g L ¢, %%ﬁ
FRORBO TR « RHEBEITENL TAHT-0IATON S b DO TH Y, MRANITRAIES K
AL « RIENGERS LO T OICPE ) mEaR B A A ERET 5 2 L1225 5. RIC X
N, DD THIREDORA LT S ORE (bbb, PR GEDREENE 9 1)
ZM LT, TORBIS U THRR A U S Z & C, HEEES ORI H 2 A K 2k
T ODIREDIAERE AJEEFGRET D 2 LR TE, BGOFHEHIAIRHICELTOND Z &
ﬁ%ﬁ?%é.%ﬁ%@,:@i%%%@?%%%ﬁ%%,—%E%@%?m’i5@%
BHIZHRATNDS Z &G, [EEZEORMBITES < THHFE L] ORFERI
(Health checkup based Soil-borne Disease Management) DHELTFA#H~T, [~YVTF 1 A
(HeSoDiM) | & FEFRL 7= (—HxMEIVEAN B AR T3S, 2020 ; Tsushimaand Yoshida, 2012;
Yoshida and Tsushima, 2020) .

3. NYT 4 LOBERSLUVEFINLIDR

FROLEEY, ~VT ¢ NI EHIREEERZWNC L A EREEO 7 1 — 2 2B B &
ﬂf%@,F%%J-Fﬁﬁj-Fﬁ%J@30@%%?%&3%t7v~A7~&f%
5 (K1) .

. JI[UI s et . }J‘Rl-;;?é
. RERIREE
Ehofm || Mok ____;%> = e N
BHOBS || 4 IVTHRE pl sl || WREE 2| g

-FISOFSR -
tiEme  |EE iﬁggiéé - 4D
SREEEE | r+Ez ) Y siEigE -ERIEEE, FYEE
BEORS | iz OIEEE a B, Tl
TRE e B i BE. .-
\_ BEE - HiRE Y

1. ~"ITA4LDTVL—LT—7

W T, AE D SICAMEORRE, HEOAME (22T, HEhORERMAE
%@m@ EAFHC T 2R ) OB LA, %@I%&ﬁ®7~5@k
D, TOWREITE LICSWIEE 2080, BWEE 2L ICHEZRIE L, SErEEA R
H. WU TEH T, WEICREA SRR & B E @ﬁk@%%ﬁ@%%izf,
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BAEMZ2 SO HEEREORAE LT SORE RERERT vl L-L) ZJEAI 3
BRI A (RT o v AMEWES - L-UL 1, FREDES  L~UL 2, EmWES
UL 372 8) L O TR I, fREEIITE89RE 2 S lobkifidiz U 2 MEL T,
AEPER L — Y e IR R R 5. BlZIE, LouL 1 ThoAlE, o<
IZ L DFFIIEEEOIER, LUV 2 Th 728581, AR EHG T E L FEOFH,
LoUL 3 Tho7oa0Y, HEHEFRIOWEREZITH, REDORT v VLYW IR LT
KFEAARER TR T 5. 22T, b FofdEEskrc [EE) & %28 DNEkl
TEAEEOUECER), H3pe otk s Lo, HeEE) & TR »
SIS RIS W TR E W L7z ECRHLE$OIREZITH Z ENKRUITHD. 2ok
LT, BWHCEES S R A mIERR D IR LA BTV, 5353 GEWTE A oHEUE, S
FER VLIV T E ORRHEAN 2 L) 2REILICREEL T\ Z & T, ZOBZIZLY
WE LAY T A LEBETDHIENTEXDL0T2Y, WEPEIFFCE 20 TAY ) 72
KR ARET DD, R HEEEFEAEANERECX 2 E DA R a A ho (LX) R
VR 72 T EEREE BN ATREIC 72 5.

ANYT A D, R TSI OEEET Te <, ZORBIC X BHFOR R
WOEANER R LB THND. Bl2E, IWEOEMIIERICH O S LAY
L, EAICIE XY THHT2D, TO~A 0 RAERMA 812 X 0 B BR D
FHREIS L UIENHIS W EEZ LN TS, £DO—J5T, BAMBERST
B0 & & T L HTEERFERGRBR OGRS 2 E TOFE R PIciE-S< &, 8%
EDIEAFLIE MR B SO E MR O IRBR S IR\ T, AR 22 e
7RBABREN R A R L CO AN S Y, TEREORAERE GERRT v vL) MR
EFZZDBIDEGORILT & W olz R NSHIFFCX 5350 CTOFEHTIE, MEmESK
DRETST (BHBNE) DA SN D Z LN TE 5. 47bb, AW EKOFH
BRIRRT 2 L LU MERW G AT OXRPRE A & LT~V T 0 AOHITALE ST 5
Z LT, BENREGIREDIIG CE AR O—oE LUOEHTE 2 L0105, &
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Matsubayashi, Y.*, Matsui, S., Ohkubo, Y., and Ogawa-Ohnishi, M.

Peptide-mediated mechanisms of plant disease resistance

Abstract

Topic 1

Deciding whether to grow or to divert energy to stress responses is a major physiological trade-off
for plants surviving under fluctuating environments. We show that three leucine-rich repeat receptor
kinases (LRR-RKSs) act as direct ligand-perceiving receptors for PSY-family peptides, and mediate
switching between two opposing pathways. In contrast to known LRR-RKSs which activate signaling
upon ligand binding, PSY receptors (PSYRS) activate the expression of various genes encoding
stress response transcription factors upon depletion of the ligands. Loss of PSYRs results in defects
in plant tolerance to both biotic and abiotic stresses. This ligand-deprivation-dependent activation
system potentially enables plants to exert tuned regulation of stress responses in the tissues proximal
to metabolically dysfunctional damaged sites where ligand production is impaired.

Topic 2

Plants initiate specific defense responses by recognizing conserved epitope peptides within the
flagellin proteins derived from bacteria. Proteolytic cleavage of epitope peptides from flagellin by
plant apoplastic proteases is thought to be crucial for perception of the epitope by the plant receptor.
However, the identity of the plant proteases involved in this process remains unknown. We designed
a substrate to specifically detect proteolytic activity at the C-terminus of the flg22 epitope in flagellin
and identified two plant subtilases, SBT5.2 and SBT1.7, as specific proteases responsible for the
C-terminal cleavage of flg22. In the apoplastic fluid of Arabidopsis mutant plants deficient in these
two proteases, we observed a decrease in the C-terminal cleavage of the flg22 domain from flagellin,
leading to a decrease in the efficiency of flg22 epitope liberation. Consequently, defensive reactive
oxygen species (ROS) production was delayed in sbt5.2 sbt1.7 double-mutant leaf disks compared to
wild type following flagellin exposure.

Key words: Receptor kinase, Peptide, Subtilase, Plant immunity

Al BRI R BE B AR RE MifaR] S 7 L ifgt 7 v —7" Graduate School of Science,
Nagoya University (*Corresponding author: matsu@bio.nagoya-u.ac.jp)
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Kodama, S., Bissaro, B., Berrin, J.G., Kubo, Y.

Production of long-chain aldehydes by the tandem oxidase pair for plant infection in Colletotrichum
orbiculare.

Abstract

Copper-Radical Oxidases (CROs), from the Auxiliary Activity family of the Carbohydrate-Active
enZymes (CAZymes) classification, are a well-studied class of enzymes with diverse substrate
specificities. While some of these enzymes are of great interest for biotechnological applications, the
biological function of most fungal CROs remains unknown. Based on the observation that genes
encoding secreted alcohol oxidase (AlcOx) orthologs are almost exclusively found in
phytopathogenic ascomycete fungi, we investigated the function of AlcOx of the cucumber
anthracnose fungus C. orbiculare. We found that AlcOx was activated by a peroxidase (Perox)
encorded by an adjacent gene of AlcOx. Gene deletion analysis suggested a role of Perox-AlcOx in
the cucumber infection by C. orbiculare. Furthermore, fluorescent protein-tagged AlcOx and PerOx
accumulated at the penetration pore during appressorium infection. We detected activity of the
Perox-AlcOx pair on aliphatic alcohols including octadecanol and a crude preparation of waxes
extracted from cucumber cotyledons. Product analysis showed that octadecanol was oxidized to the
corresponding aldehyde, n-octadecanal. The addition of n-octadecanal partially restored
appressorium penetration ability and lesion formation of Perox-AlcOx gene deletion mutant,
suggesting that the role of the Perox-AlcOx pair is to generate long-chain aldehydes to prime the
fungus for efficient plant infection. Transcriptome analyses of C. orbiculare wild-type and
Perox-AlcOx gene deletion mutant revealed that the Perox-AlcOx pair contributes to the regulation
of a subset of plant-inducible genes predicted to encode CAZymes directed toward the plant cell wall
and the fungal cell wall, and small secreted proteins. Therefore, the Perox-AlcOx pair provides the
localized production of long chain aldehydes for transcriptional regulation of genes that enable host
infection. In this article, we review our current understanding of the molecular mechanism that
cuticle oxidization by a tandem metalloenzymes at appressorial stage driving plant penetration.

Key words: Colletotrichum orbiculare, Appressroium, Copper-Radical Oxidases (CROs),
Long-chain aldehydes, Octadecanal
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NORBIENIET Vv a—VaT AT RICEBETE D LWV O BIZIZESNT, AlcOx DR
FEA~DEG-ZRFET D72, NAFA T 3 ~T 4 7 AR L OER TR 2 AV
HEIEREREMNT & AR B ) - R B PR 72 T % 22 TG o T AFFE M Tt
7o AKRTIE, v VERIERED 2 DO bR &7 Ul R YT 5551
BRI OW TR T 5.

2. YVERERENDWT 542 T LEEREEER T Perox-AlcOx DEIE

IR SRR I TR B ER%E  (Carbohydrate-Active enZyme; CAZymes) % =— K
LA TDEEIFEL, 7 2 BEAIOFLMEIZ SN THBE I LT E 72 (Cantarel et al.,
2009) . FMfaBE MiERESE & L CHIDILD 7 T AITHEMARIREE /> iRl - X DIR A DITHECEE
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Tt Auxiliary Activity; AA (FEBNTEMERESR) 77 U —IZBT 587 U4 72—

(Copper radical oxidases; CROs) X2tk B R LA FFOERTHY, VT h—R 6-
X —8, FUVAXY—NAFF—E, TLTE /T NVa— NI X —ENE
F 5 (Cooper et al., 1959; Kersten and Kirk, 1987; Yinetal., 2015) . < 272D CRO (/31
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& A EBMRES VTR0,

AWFFELLHNIT VT T VAL DA TR — g 280, FAKITHEH S S
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D7 ) WD F Head-to-Head DFECE CTHEREL T (¥ 07 A2 FET D I ENRHSNTE

(B11) (Yinetal,2015) . ZA6DOEEFMIFKI 1k THDHZ &b, TrE—F—%
HEL CWDAMREMENB 2 DTz, 2O LIIRE ZHERF T 272D OBPUENFIEL, =
AUH OIRFE BT B O EEREE 2 FFOrREME A2 R LT\ D, BRI Z 21T,
IR in vitro TITHOITZMZEIZ BT AlcOX IZHER D~V A F o H—F (R—RATT (v
TarYLA X —E; HRP) IR 5 &, A=A LNIAHTHDH H DD AlcOx I
R E CTHINT 5 Z & NS & Cu iz (Parikka and Tenkanen, 2009; Forget et al., 2020) .
ZDXRIIRBREEZ ST, "M AA T H~T 4 7 ABIOEF T EE W
HEHSREARNT &, MY - MEIR BRI 72 AT & Z I A B o T S [RIFZEDS
Tz, 8%, FEOHRIZOWTEMFRA N =ALEMIE L, ZOREE /A F
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T V= ~NERT L ENEL, ARIBEFITE LT —RLEFZ5.

3. EYRAIZE TS5 T LEBLBERAT OHE

— Colletotrichum gloeosporioides@ <&=)

— Colletotrichum orbiculare @ — e L

— Colletotrichum chlorophyti @ e -
Colletotrichum higginsianum@  — = < <=sp— =
Colletotrichum graminicola @ —<& 4:1-}
Colletotrichum tofieldiae @ —Fo— Ny — )

Colletotrichum orchidophylum @

Colletotrichum fioriniae @

Perox AlcOx

— Verticillium dahliae

— Ustilaginoidea virens

I: Fusarium oxysporum 1 ':E?g{%%h&?ﬁaa
iR Bl (=]
Fusarium graminearum

Veenturia inaequalis @

——— -~ Phyllosticta citricarpa @

e Neurospora crassa

— Magnaporthe oryzae @ — < —
Magnaporthiopsis poae

_|: Gaeumannomyces graminis @ @ EREFHTSE

1. FEYREMED SRR FEERICBIT A B LEER T DR E.
B 3 bEEE LT B 51 Head-to-head ORE CIREIN TCWAFELARL, KE
DFEZNIBAR T INFE L7200,

TIva— g (AlcOX) & DTEMHAICLE o~ LA o 24— (Perox) 73
LTT /) DT DR IR RO 2 < I3AEMIBGL T D BRI, MR EREIINE L
T A & FHEIN D 18 FHED ~DIRNITRHE LT s B OIZRE ML ATV, 15 HE) &
DOEEFEIC 31T DAHIAIRORE SR SR DW= T = 7 B — LR S LD 50 & v 37 B
FEIC L D16 E2 il 7 E oY) & O AAER 2% TG 2 AL S % (McDowell,
2013; Ryder, 2015) . ZAUTIX, A H OREYHRIEE OBEGUEFRIZ IV T, S ORI L
FERAT VB DIEA 9 D> [IFEREIT LTARAZAT O IRIEF RS LW b BIFEE DR
QBRI D T A7 VT b= T OLIFIOR R D, WVEER AT Bis M A4
(RAERTORF R BAIC IR 5 Z 3 AL S 47z (O'Connell et al., 2012; Gan et al.,
2013; Dong et al., 2015; Shimizu et al., 2019) . S 512, BALEER T IZIXENENE RS~
DIy RS 555 7 VBRI E £V TR Y, 8Ly X TR L w U SAIR
TEIPI A OB LIRS T I IS RHRASLUCFRRAICERE LW, s abrE Lz L
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ZABEEENA I TEI S VIV S TR Y, TS OBERE N T U BRI E O AL
7?) DRI~ E 3 ENTND Z Enbhr-7= (Bissaro et al., 2022) . E T, B rikiE
XV EBAVEEE AT 2 RIBSETMER, HORERRICEILITRO bl T=—F T,
AIcOx F 721 Perox OV AT IUE Y U BERIEA | iﬁ%ﬁiﬁi L EERHRAT
X720, BAUBER ATV IRIIRE OREMEICLETH D Z EAVRE S L7z (Bissaro et
al., 2022) . LLEDOFERNS, v VERIERE IS DEMIC B 2R 2 22 & il L TR A
L &9 & DRI LEER T 2R~ JWT 5 2 LT, FaHRAZ R ST

WD Z EMH LN Tz,

4. 3T LBEFALERRT ORE LERYMDORE

FRUEERAT OREMNRAICE T D% EN ZTET H7-DICFE T, ¥ VIERIARE D AlcOx
F6 L UM Perox % % #1241 Pichia pastoris SEAEFEELR THERL L, SERFEM: & BERF O AAE
Az L. ZOMRE, vk Tiahgt sz C. graminicola 33 KUY C. gloeosporioides
HIZkD AlcOx A7V v 7 (Yinetal, 2015) & [REEIC D U FERIEIRE O AlcOX 13427 #771
J =, LI6AFH T DA VIR EDOYEY v 7 AT S E D SR L URSH
RERAIREE—#k T v a2 — O 2l L CENZIUKHET D EHET VT & REEKRT D
ZEBbhrots (K2) . 9FV, ZLOMPHEORBEBZE S TWDAT VIR~ IF 7
AT BIENE DE— T v a—Lhs, AlcOx DRIRDIEE ThHH LEZ b, &
512 AlcOx 1% Perox & A RZIEZAL L, Perox IZHERFANCHIROMEY HRP X v LEEHE

RiEfEiE

E1%7IVa—Ib E847), 7k R
H H H
O‘_é\ O:C\’

‘H -Pe - 2H*
Rs} 1 Qe
1

HlS, \O HIS HlS | .\q
C ''H 3
His” “Cys

Rt At w
AlcOx AlcOx H,07

X2. 7 NG FTF—E AleOx DS,

AEERL AlcOx 1% Perox (250 Cu(l) 7 ¥ /WIEMRIZ AT 5, TEER AlcOx 1%

FHIEVIRE 1Lk T v a— a2 T 2 RET7 VT B RICERIEL, HWT 02 5

HsOg ~D 2 FETE T X D IEHRIOBFAENEL 5.
I AlcOx ZiEMH L S 7. Perox DIFFEIC L W AlcOx ORE{LETTIR MRS S, AlcOx
DIEEEMIAFEST 2 F a7 Vhn e Cu(ll) B2k Y, 7Tra—un7 LT e R

2EAERILINDZ ENbrol- (X2) (Bissaroetal,2022) . ZDZ Eh>D, Perox 1L
AlcOx 1EIEZ FEEICHIE CE A LETAA v T E L THREL CWA EEZX b, T2,
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o VRERIEIRE & R AEE SR AEIT 5 A R0 BIRE D b B TR CHUS L7t
BESET BIELL U2 AL PRS2 FF > TR Y, FMUEERT OME M EHRAZIT O
SRR A Gl U CRREF L W D ATREMED R & 472 (Bissaro et al., 2022) .

FRAVEEZ AT DB L AR ETE -2 LT, Zh b DEEEDR AT H75%E|
IFHICEOMIBEORER 72 & Clde <, 15 1M & OMBLERICS D rTietEnEm £ - 7-.
BLRIRANZ 2102, B UEERAT OB FIERITIZ & A CAERRATE R RN, %
{LEEEAT DO —>THLIENIEESHET VT K (A7 2T 0F—0N) ZiRNnT 5
Z LI Ko TR ORI~ D ERHR TS L OYRIFHEST /0021807 L 7= (Bissaro et al.,
2022) . ZODOZ LY, BUEERAT OEENIA 7 2T H TN EELRET VT REAE
L, ZDRPTREZ & DRI MG CE 5 L ) ICHE T 5 2 & CTh D rlhett%
AL TV,

5. BILBRAT N LI-TEHRERARORREEEE R FRO KRR
BxlZznE e, v VERIERE NSOV A 7 27 71—V 2 EThiE

@Ry TV LRGN A Z L1k o C, NDR (nuclear Dbf2-related) 7~
— ¥ Cbkl & 8% /57 Pagl #5725 MM S 7 F LS £ % MOR

(morphogenesis-related NDR kinase pathway) Z{&EMAL S, Z O FiOERER -1
Mtf4 29 U T EESEREHET 2 25 L C0D (K3) (Kodama et al., 2017
and 2019) . BURZRWZ LIZAE], BMUEERT DAERMDO—2 L LTA Y Z T ) —)v
MEESNIZZ EnD, FERABEAIOZ A I 2 7 TALBESR T IZ X > THER S
F 7 BT EEDREET VT B IV TV & LT VIERIERE SR S N,
HIRIN D 7 MREERS L ONE S FRBURE 2 U TR ESHRADMEE S 40T 2 ATREME
WEZ BT, 22T, UV ERIARE O AR & BB VIR ~T O HEEk 4 iz b
T VAT )T N LT AT o T2, ZORER, BALEER AT 13T U AR B O
12 CAZymes, Small Secreted Proteins (SSPs) 1 X OVEHE(A%Z 22— K9~ 5 ifnif
DOFBHENETE L T\ D Z ERbho7-. SSPs & CAZymes 1345 FHEY) & O EAER
ICBWCEERT 7 27 X4 —L LTHLNTWS. RREHTIC LY 26D CAZymes 1T
I FHEHIREE 2 X5 & DT F Ui, B n— ASERICR T o — A A
U aEROKER#ERL X OEEESZET ) 4% 7 —+F (Lytic polysaccharide
monooxygenases; LPMOs) , & L < |[3EREHEEL XI5 & 5% F A LysM €5 —
TEFOWET T = 7 X —NEEND T LRI (Bissaro et al.,, 2022) . Phytophthora
infestans TlX, LPMO & A4V TSR LEER DA ) THEZ B VRIS 07 LTS 0000
EOFEEIHET D Z ENREIILTVWS (Haddad et al., 2021; Sabbadin et al., 2021;
Vandhana et al,, 2022) . F7z, v VFERIERFREO LPMO [3fERMRAICTFGTHZ &
DR STV S (Tamburrini et al., 2024) . C. higginsianum TlE, LysM % > 737
BIIX T VBB AE AT 5= 7 2 7 X —L LT, EfEeHs I E e X g
ELTHEENTWS (Takahara et al., 2016) . VL EOFERNS, BRLEEET IXHIZ
ZNB IR RIE Ry % T 5 Z LIZ L > TRAZEHET 20 TIER <, B bBERE~
TIZ X RFATHNCAER SR T VT & RNV 7551 L 7o T U SERIES R B OF
JEMEELEDE R FHEO RN THE I N, HERRAZIEL, 18 EEnE 2k 586
T DOFEBLZAY: D IRDFEGLEFE~DOBATE I ST D EE 2 bz (K3) .
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PRIIR A 2D BIRHE 2 & e
HERAZAT O IR SRR EIZ B0
T, [IEEROFERI IR i~ DHE
LT OFHNEETHY, MRS
%5y & AT AEER S S O BEMEIZ DUV TR
WEINTWD (Tucker and Talbot,

2001; Kumamoto, 2008) . AWFIEOHE Extracellular

s, (ERFEDTDIZT TR

Z DB DM ERRABEBI I DT HIE
MR T DISENEETH D

FREMED IR ENT=Z Enb, U
VAR I CIIEGIRF O A & i)
DX a=k— 3 020% 2 DO
NHsHEEZELTWAD (X 3) (Kodama
et al., 2023) . F£7, FH1EME LT
MOR 1 A%r— R & &0 T s ER 1
Mtf4 SHEMIRIERR Y &> 7T Vo
& LU THERRDIEREIE R~ BT 5.

Phase 1

MOR
—
Plant-derived
signals — — ->
(Cutin monomers)
Appressorium

perox alcox

Appressorium
development

. matrix

Conidium
-j;,/_‘Gif \13’\\\-—

Cytosol

Appressorium

l\ Plant cuticle

Phase 2

@

Penplrating pe

Aln::(%xE ‘
Peroxl T Plant cell wall Aq
1‘ degrading enzymes A V 4
AlcO
>_x<: f QCDD Fung_al cell wgll
‘ |.kc//o ) Q masking proteins
&HE) ® @ \“.‘

ZOBEDIT, H2BmE LTSS

I LTAR A ST e 720D, R L%
BT Bt UM R 8 Ry & R -
JSET HZ L TH ORI TR A
i LR I SETWDH EEX bR
2.

6. WmRIZ

ARG CTIL, PRIERE DU 5D _FifE
DIEAVIETE DTN 72> THEM F JE ik
INLEHET VT e REARL, T
& 2R ARE O [ M BB s D%
Bl 25 &k 23 & 5 Hriz 7o ke
AT =X BNZOWTHAIT LTz, iafbiEsR
ARTILFRRDBEGER A FF > T D 1T
& A E D Colletotrichum J& B L O
Magnaporthe J& B | ZRERANAFIET 5 2
&G BERERIIC [FISE 7R L RE RS S

X 3. U VERERE YRGS 7 VRS
LERBRADET VK.
Phase 1! AT~ Y v 7 ADTZ AT F
—BIEHEIC LD 7 F 7 TR I TF R ) v —
NERR S, #7327 Pagl, NDR %) —
¥ Cbkl 7225725 MOR & & Fiftds 5K 1
Mtf4 ZJ7 USSR S S b, Phase
2 BHBRAEREFIZT Vv a— gt
(AlcOx) &~ LA XL H—F (Perox) %35
B UARAEMACER S 5. Perox 73 AleOx %
TEM LS, (5L AleOx XDV v 7 A« 757
TSN ESET VT R4+ 5. ARk
SNFE=RET VT KRV F AT E7oT
ERIELI B DI JF ME B E B R T DO R BL A2 7585
2. ZHUZIIAEN MR RE 53 Rl 330 O A B
ST B Z N EINEEND.

OFAESTERZAT O B THHERE L TOD IREMEN B Z 6D, 41k, toOMmEEICE
T DIRAIER T DFSREIRAFIEORBGE L PFET, BRMUER AT 2 LIRET VT & B
S ED K DI L TR DO n+- 8IS K OYRIEIEICBI G325 D& BITH#T 2D

TWVETZW,
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Narusaka, M*. and Narusaka, Y.

Molecular mechanisms of Resistance-gene network against anthracnose fungi in the host genome

Abstract

Colletotrichum species cause anthracnose diseases in various important crops and ornamental plants,
appearing as dark spots or sunken lesions. A collection of 100 Arabidopsis thaliana ecotypes exhibited
diverse responses to infection by the crucifer pathogen Colletotrichum higginsianum. When
challenged with C. higginsianum, the Col-0 ecotype developed necrotic lesions within 2-3 days,
whereas Eil-0 and Ws-2 showed resistance with only minor symptoms. Using map-based cloning and
natural variation analysis, we identified the dominant resistance loci RPS4 and RRS1. Both genes are
also essential for resistance to Pseudomonas syringae pv. tomato expressing avrRps4 and Ralstonia
solanacearum, forming a dual resistance system against multiple pathogens. In addition to RPS4 and
RRS1, we identified another resistance locus, RCH1, against anthracnose disease caused by C.
higginsianum. We also discovered a novel resistance locus, RCI1, against anthracnose disease caused
by Colletotrichum incanum. Therefore, resistance to anthracnose in A. thaliana is mediated by a
repertoire of R genes. Although NB-LRR-type R genes, which are critical for disease resistance, have
been challenging to transfer between taxonomically distinct families, we demonstrated that
Arabidopsis genes RPS4 and RRS1 function effectively in other Brassicaceae (Brassica rapa, Brassica
napus) and Solanaceae (Nicotiana benthamiana, tomato). Transgenic Solanaceae plants expressing
RPS4 and RRS1 showed specific immunity responses without autoimmune issues, indicating well-
regulated NB-LRR proteins. Additionally, these genes confer resistance to Colletotrichum orbiculare
in transgenic cucumber, a Cucurbitaceae. The functional interfamily transfer of R genes can be a
powerful strategy for providing resistance to a broad range of pathogens.

Key words: Colletotrichum, R gene, Plant immunity, RPS4, RRS1

fi] | L1 B R AR OK PERR & o 7 — AW B FIFSERT Okayama Prefectural Technology Center for
Agriculture, Forestry, and Fisheries, Research Institute for Biological Sciences (*Corresponding
author: ma_narusaka@bio-ribs.com)

106



1. [FLC®IC
T 77T RME DY a A XF AFII MR G RDEA ST VETTH Y, 2%
72U Y — R L BEREN, FERAEEIN WD, Zodraf X T A EIERTR

X, ECAEYARE T, A BB TOWE el 2 0 D 5 Z LN TE D, £ L
CTEDREE T ) DRES: E2 ) U CHEEMMICEH T 5 2 LIk, Fiie s
FF OB ORT D Z ENARETH 5. & Z TR BIL, 1B EE R EL 5 &
T RIAIR T A B AT 5720, S a A XF AT a2k L Lz L~ULd
e ZtE CE 7=, RIERIL, SRIRE (I B) O—FiTH 5 Colletotrichum JEEIZ L > THl
TR ENDHET, 600 FELL Lo, B3, i, B ETHRE I TV

(O'Connell et al., 2012) . ERIEISICIEGE L7-MENS, BE, 25, B, RFELRCICHBEER
WIS OB AORRZ AL, BMUWEEIIMEEICED. — T, YoA XA F04k
REAN IR 200 FEELL E B IFET 5. TG HUBERERY, ThnVEET5EM0E
FOFEEDIA b LA ZZ T CRISHIIIRAIZMET 2 2 & T, BB Mo H
WOHLOE RS TND, BT, AR N L RIZBWT, WX, FRIRIROKEZGR
ik U CORERPIE L 38845 72912 R (Resistance) B x-2 5L, ZiUuIkHiL C& 7~
Z DX D RIETAEY LR FUR O BRI X A Ik,  EIEAANE S & B 2
HIVTWER, EF, ZOIEEY-RREARROEICIGE LR 5D L)y, i
77 BN DHBEHEDDOSARIAREAE o AT A OHE(L - HEFFERE MBI TN DL FATZ
Hix, HRSHIZOHT HET MVER S A X T AT O8R5 AR Z AWT, HER
PUEIZEE G5 R En T OE L #EREDS, TRIFCRIRE I K OYRIFEAE I 28Rk & &
DEITHE L TWDNEHEL, S5I12, YO R EET EFHEEROITRE S (Avr)
B FEOMAERZH LT 5 2 & TRV ORERSIEOES BT DiEs ko
T ADERAED S L TE .

A CIL, TEMINCERE 72 E 2 5| & 2 9 R k9 D REY O BL ks 4 7 <
L7128, vuA XFRXFEHNT, FERMOT ) A B RRERIERE ST 5850 R
AR TEPFIET 5 2 & DR, B FEY—nEARR OIS IZ DN T, R HRZ
VETIAT - TE MO Z R T 5.

2. RE N EIZK HRERDRH

DT ) NRHTORER, IR I EHE, PiCRIREI L TR, B s o X7 Eig
5% ) 5 EZAE L TWD EHEESIN, ZIWODIER S o g (27 =7 72—
PRI D) ZBMET 5 2 & T, EWRlER X OSHROBEEZ1 TV, MDA T D~ &
HHUEZIE L CFORGZ RN S TVWA, ZHUSK LT, /i1 R (Resistance) # >/
B\ X 0IRERD T D0 WS LR (R Ar =7 = 7 Z— 2\ 9) ek LI
Rk DHHMEEZ R L T D (=7 =7 ¥ —HE50)%, effector-triggered immunity: ETI) .

T = B —%ilakd D R NI EDE LY, BlERES R A A~ (nucleotide binding site:
NB) LAY vF U E—hk RKAA Y (leucinerich repeat domain: LRR) %4 L CTH Y NB-
LRR 575K (NB-LRR receptor: NLR) & FHIAL TV 5. NLR |3, N KIREHRD K A A > Ot
WEZE Y aA L Rag ) (coiled-coil: CC) R AA L TIR (Toll/interleukin-1 receptor) R A
A RNTRAIENS.

INBED R X I EITET 27 F—Z HEE I RIS L, iEUgiilustis & &
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£ BROEHI R ZRET D L EZ LN TOD. ETLIZBIT A R X oV EDTT = 7 H—
DFNFRIERE LR BN TEINTET = B — &ﬁj’%ft/\j_é% (L7 — - U FE

FIV) R H B EDETENF 24— L TEY, =7 =7 Z—DO/ERIC L 2AK

TFOREOBEFET HHE F—REFL) BER Fa1 (BLD) (CBUEEES

NiexT7 =7 2 —% R A\ EPGRET 2856 (T aAE7/L) DL THD (X1) .
ETI |2, Flor (1942) 7318 %

=B R AT & AR

0, WO RIEIET G /\O % s
& AT 5 W O %

5

) &, MISTDWFEARDOIE . .
W BT (Ar =7 =7

Z—) O1%F1 DA D 4 \
FoL > TRESND L& 1 Wi -l 1

Z 5N TE 7= Ll 1001 ﬁi“‘ 734

7 h7uy=r b (1001 \rsrecs >34
Genomes Consortium, 2016) 0 / %
THLNIERE b LI ‘Qb )
Iz NLR #fs 1 (R & c

&) 1%, T VERMEY O
vaAXFRXF0s ) AR
12 167~251 5l (Weyer et al.,
2019) , A RIZBNTHLH
400~600 flil L 2MFEE L7320
D=, TR R EA
+C, ot OEESAY
WZED LTI LTS
DONEfRIAT % 2 & DY)

EHURE

LRI VIIBEIZL DT =27 X —DFFikTT IV
LTS — = UH RETIHUA), R ¥ X7 ERREDTE
FHRFZ2E=F—LTEY, =77 X—DOIERIC X AR
FOREOEAL 2GR 256 (T—RFETN) BE), 7=
A4 (BEY) ITBREFTFEN T =2 X —H R F T
- - BT %S (TaAEeTN) B, T A ERAHR
ey NVER 5 Bt ) 5l 55 O

— N7 a7 VT R Z U BEIIRREN T =7 = 7 ¥ — % EEERRT 5D T
372K, ZOBED K —7y My ThaE=F—FT5HZ LICLD, =7 =7 X —%REICR
HTBHLE N EDOTHSD. ZOFITHED &, IRENTZED R X /I EIZE - T, < DR
JRE AT D Z LN AMRE L 7R 5.

3. RA /BT RPS4/RRS1 DHR

Ak o>iE v | Colletotrichum JEEIZ X 29 FE1% 600 FELL EAFI SN TR Y, KA F Ik
TS (HAREN O ESE 35~160 /45  (Sato and Moriwaki, 2009) , k7w 2 VjRJH
W (hTEr a3 T RAREROK) 6% ORI, KEOHEEE Lbilliondollars /) , © U%H
RIS OBABRIIH RPN EE /R CTH 5. FA-BIET 77 T REMI G 3 D i FRIR
ECHDHT 7T TR SERIENSE (Colletotrichum higginsianum, UL T 7 7' JBRIENSE &
W3 1 LIFFE 2 BtA LT-.
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JRFCRIREE Colletotrichum J& E I B DR C AR 7Rl M 22T TV D, L L7gn
% € DD T ISH7R 1S TP & W 2 &R R 208 BRIV 2 AT A - = X NTH 5 )

ZIRTWRW, IO, R BIL, 77 7 FIRIERE T VEREY O v A XF X

TGS D028 9 7 é"nﬂﬁ L72. 100 fEEELL By A X X OAERERIZ DU TR
TRfRNT AT S T-HER, 77 7 T IRIEIREE IR L szt (Col-0, Ler-0 72 &) & HGHTHE (Ws-
2 72 &) GRS _h%®$ﬁgﬁ'1%ﬂﬂb\f7’7 7 FIRIEIREICKTT 5 R B
TERE UToAER, IRIERE T DGt ORE O 7= D121, 7/ A ETH#E L THFE
9% 2250 NLR 0D R #&{n - RPS4 & RRS1 O BN ETHDH Z ERALNERD, &
NH&ET 2T VR EINIEVATAELMFITT- (X2) (Narusakaetal., 2009; Birker etal.,
2009) . —J5C, RPS4 X Pseudomonas syringae, RRS1 (& Ralstonia solanacearum (Zxf L CH

2 BDRY > )NIERT N 5 BOIRIFEARZ Z255

MEMERE BHR
RIERE (2 7E) ( > EISRE

O AVRIDI/J@—
P\\J L//ﬂ (D5 > ) BE)
—}J

RA > J\O&ERT
>0 RTZ‘a RPS4 RRS1 )
;—-i-—Di HH H

2. TaTIVR H L IINTEL AT LAOREKK

S5
>

IMTHHET 5 RIBIE T & L TENEIVHRE S Cuz (Gassmann et al., 1999; Deslandes et
al.,2002) . L2L7p23 s, FA7= B3 P.osyringae 35 X TR R. solanacearum (Zxf L C ¢, RPS4 &
RRS1 Dl FNMETHDH Z EHHALHT L7 (Narusaka et al., 2009) . & HIZEL & Z
L, 2 DD R XU RPSA & RRSDIE, B UAMT Y, 7 Y B ERIEIR H
Colletotrichum orbiculare 35 X0, A Xanthomonas campestris O)Ijzf**’*%: S L CHEPLY
JIREEER L TR, KUAT NI LR D 5 OPEIROEFEIZED> T\ Z
EMB B E 725 7= (Narusaka et al., 2013; Debieu et al., 2016) .

F72, ANLR 7 (RPS4/RRSL) (IR AT HERIR NN O DRFE A A LT 5. Jifd
D ETLIZHITDH R XUV EOxTT = 7 X —38i%E T /MIHEH & RPSARRSL |2 L AR
KOZR EEEE, RRSL 28595 WRKY RAA V3T af b L CfEL =7 =7 4
— % RT D, IRWTC,RRSL O L% RPS4 378a#k L, s 7 /UiE EDSUPAD4 35 L Y
EDS1/SAG101 ##% T, #NFN~ 1 {—NLR TS ADRL 1L NRGL IZf5ES N, i
BURS) S 27585 & 2 6 T\W5 (Narusaka et al., 2016; Bayless and Nishimura 2020;
Dongleand Parker2021) . Z D X 912, 725 2 50D NLR T#H 5 RPS4/RRS1 ~7 /3t 4
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—NLR &700, BEORFE (BT 2/ ¥—) &ilikd b

4. REGFRTDEE~DFA

TEMOBREICBN T, BEx i E st T 282 595 2 L VB2 m LSt
5 ECOERERHETHD. WEROBRETIL, [FFEE 721350 /TR TR ORI /> 5 R
A AL, TEICEAT D Z LM ThN TE 72 £< O R B\a 3R
W EBEN A CEIR CEA L CHESRE L 22N Z E BB TS, IR E W
5 BB BEONE L 725> T D, BEBSEZRIUTFS Z2mix T 0 | R BIs T2 HEGE
PNEIN T\, 2078, (1) BIEFE TSR I R\ AIHEHOFE (family) %
A THEBE L 722\, (2) B~ R B n O EIh O AIZ X 0 Bl E 721 33EF M OBHER
&4 URERTMEM OSBRI TE 2V Z EARBETH Y, T /VERIEY T
-5 R A B A~SHT 5 2 EBNREETH o 72 B HITST THRET 5 R Ein 1%
AT HZET, KEERR CTEZ DN E I NERRET 5720, 777 TR ov e A X)
AFHHKD 2 >DRIEIL T (RPS4 & RRS1)
e, TTI7FR (FEx, a<wr)), A
B (b= 1k, #13) BIOUIUE (F=
v U) AEICIRRFIEA LT, ZEOREE,
INOBETEAMRNIEFRICESFL, 2
o, B ORE (777 RIER, vV ’ —
BT, e NEEASIEE, TR (I TFEK  BLFEAK
Hitkk 9 - L aBomc Lz (K8 U YURRBEREZEE6 HEROKE
( Narusaka et al., 2013; Narusaka et al.,
2014) . ZHUTXKILC, ZNENHIMT R
BT 28 AN LTS3 B 25T
=9, b~ MZBWTOIRENE/IMEL,
REFEF LB L2 o72. Zhidy
oA XFXFHRKD R EIEF T Z1EW
~NEAL, WERIUMEEY 2 Al c X 72
HARGIOEFTH Y, R Bl FIIREB 2 |
THEREL 72 & WD B & 78 LT, R, «
INOBETFEEALIEX =2 & X
FIEOVTR, BATORBE AL Btk BETEAK

L, #EAORRBERISs TR AR & 1T - VTG C 0™ | M R B RIS
. ZORE, WETEAKTTRAEE R0 HRODUMRBEREORRE
R EOEBEB L OREMOINEEZ R [X3.250DR7 % Rigis+ (RPS4 L RESI)
L, 7, JWEICH L CTHRWVmMEEZ R L AV O FEERER

(K3) . 7o, AIPEITA L TNVEIEL, B TEAS =7 VICIRIER#EZ 2 L C
T7 HARIZBWCHIRVRIERERPIEE R 6 B0 (1) |, EHORBYE (=27
L7z O FIANRE DT A X — L TG T %
WA, BRa RKEI D7 ) BABRFES I, ERLE) (F) .k IIErachE B s
BREMDF ) DAFHET D R BB TXT BNdboiz,

4

Log (copy number)
N
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DIFAENRHL N7 > TE TS, b R BB T ZIUE L, Bs LA TR S 720
LR BROBIGf~—h—&T5HZ L TR BB FEEEF~—h—& L R EGT
DEEFEC L AR 72BN AT AOREEEEZRAT-, ZORER, ¥ LRIV ED7 7
V—, RAAL Y, FEF =TT DA T — =R %G LI=7 177 A (InterPro;
https:/Aww.ebi.ac.uk/interpro/) Z 4L, D7 ) LEHRD D REETHB LR EE T
BRI T2 HMRBE T 0 ST L (T r—ya ) Tho N2 X 8T
F— 7K 70/ 7 5 Ex-DOMAIN  (exhaustive domain and motif annotator using
InterProScan) | DBHZ&IZAEI L7= (Narusakaetal.,2018) . K7’ 77 ALV, 5 /VER
Y mA XF XS (Col-0) IZBWTTFHIZILD REET (NLRIEEF) 1158 E T, %
D 9 BRI U3 ST ZEEL LTz (BT — & ~—X; https:/lwww.araport.org) . £72, ¥
27 VIZBWTIE, THISID RBEFIEE3 T, K15 OXTRTHEIN ST —
4 ~— Z; hitp:/lwww.cucurbitgenomics.org/organism/2) . K7 1 7 F NIV, T BHREE
SNTATONYDO R BIZTHB IR BIE T OMENAREL 720, b E8Ba T~
— T — & UTRERTUE R O BN ORI IMEET 5 Z LIS g, KA7mr /7
L, 7 DRSS NI REYED X X EDTET— T HRIFET D ENARETH B,

5. RERREZRHT DERDR I VN\IVEDER

FAT=BIE, PRIEIR IR 518 ERE OGO W TR 2D 7o /G R, 15 F4i
MyvaA XFRFOF 7 MBI, #i7-7e R 851 RCHL (Recognition of C. higginsianum)
P 4 FYLONRIZEFES 5 2 L AMEITR A Lie, BUIRROZ &I, R IBIE 77 RPS4/RRS1
BLORCHID 2y hOR X RITEHEHT L mA XS AT ARREIO T, 1> b
U T 72 WVERBRNC TR 70kt 2R Le (K4) . ZoZ enb, ENEFROR

Col-0  Ws-2 Eil-0 A-0
ORdt) (M) (ERd) (\R)

4, A XFRAFCT 77 FRIEFEEEE LT 6 HEOREE (B RBIOD

R R Y S —Yufa)

Col-0 [ XE DY e,

Ws-2, A-0 13 DR A% 2RI CRALLE.

Eil-0 [ ZE DR AZ AT B E T CoealZ fHE.
B2 UNRTENRIRD AVR =7 = 7 X —%i8ak L, FIEIVMSL LRy 7 VRS
(2 LD RIS TR DRI 2 58 9 DAEEGEN B 2 HivTe (X 5) . AVEERELA RE
3579, A= HIX R BIETHE RCHL OAEFT 5 A X AFARER A0 (FF)
ZHE L A0 DET ) AOfEGER X O RNAseq it ic L A HEEIR G sEM 2 e L=, BAK
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7 SFHRBERE

%'E@mmmﬁ
(CLDHE i *

AVR
IJx05—

HEEAVR
IJx05—

I;’Su‘vﬂz ﬁ;’Eu ‘
RPS4 RRS1 Y{CHl

R > INOBRT

X2 3

AR ED

RS

5 R VEIZED AVR =7 =7 Z—DFR

ik & GBI ORI

AIZIE, ANEHRLD RRS1-S &iEME
B RCHL 26 L7 77 FIRIER
U2 R T v e A XF X
ARER A0 B XY, RIFHERO
RRS1-S & RCH1-S # 8 L7T 777
PRI B | s &7k 9~ Col-0 72 &
% H\C, RCH1 Bin 1 EDRE %
ATz, EORER, A0 D 4 T
RIZT 77 T IRIE & i T 5
BHUME S RCHL WMEET D Z
LEOX LD BIE BUS L&
BTN T 2 D TN D,
FL7-H1%, veaA X FXFnE
RN K> CT7 7 T IRIEIR A B
X ¥ A4 2 v [k IJE
(Colletotrichum incanum) (Zx9 %
N | KRBT E O RER
WZIXZFNEND RIS R
% R Bl (X7) BWEETDHD

EERALMNI LT (F&1) . ARER Col0 137 7 7 IR E ez 2R L, #KhtEo
Ws-2 | 5 FYufa ko RPS4/RRS1, RPS4B/RRSIB 75 R i {s 1 & L CHERET 5. —77, Eil-0 1%
ZNHITINZ T 4 FBLAKIC S RE(SFE (RCHL) NFEETHZ EEHLMNI L. £i7,
HA 3 U RIEIRE IR LTl Bay-0 23827k L, Col-0, Eil-0, Ws-2 134 A =2 U fRIHIFR
\Z%4 % RiEfF (RCIL : Recognition of C. incanum) NFETHZ & 2% A L= (Gan et
al., 2016) . AfFER D, B D RIEREICKR LT < &b 6 D R B35 L TE
D, EISIELIZBWTED L IIZINGEZEGL, TIEND R XX ENRED LD

ICHEHEICHE S L TWDSONEAGNNCTHZ L%

K 1. PRHIWEIS T DEZE & RIB(FDOBIR

TN D,

7 IS FHiRBERE A A RBRE
SOA4XFXF REF RELF
" RZE BEE

ERRE RPS4/RRS1 RPS4B/RRS1B RCH1 RCI

Col-0 (U.S.A) 2% Rig O Rig IRPUE O

Ws-2 (Russia) IRPUE O O Rig IRPLUE O

Eil-0 (Germany) K% O O O KU O

A-0 IRPUE Rig — O - -

Bay-0 (Germany) v N O — — RS2 Xig
— : RERAR
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6. &%l

BUE, 1E O E ORI EMED LA REIRICR & URFEL TV DD, RO
KM DR ENTEAN 2 L 7e o TV D, ZORIEICHLT 5720, EBAMOKEE BT 5
(8D OREL AT KERIE ) 1280 T, HEDIAFG 2 TWDIREICRHT 28T (il
MO TR LT 2R 2 i E R E O B REHEAT O BRI PTEREA (72
v NT 7T R—2—) ORISR EOFT IR ESREN OB/ TS TS Zh
B O BEENER S AU, (b FEREEOM HEZ I T, WEROIEFIMEOEREZ
PHT 2 Z EMAREL 72D, ZHUC KD, FEGrTRE/R S0 HEE S, BRI aREE
Te24k72 SDGs (Rt PTREZRBHRS HAR) OEERRIC A 595 Z L B HifF S s.

R BT DRRICLY, WOGERITEW & [FRRIC, DT 97 R B FOMBAED
WL - T, ZERRRERZEFR L, BIERISERE L TV D Z ERALNII ST &
%, 2O R B 17 ZRIH LT AEIRERIR O & B72 D90 Lt ddic L 0, BBk
DALFA RSO AR R O A ISR~ OAM 2B, L, £t iR/ ERAEE O
HEtEIZ T 595,

HiEE
AMFEO—EITEMOKESE [EMOKEZE - BMEERIFEAMIFITHEE S 36 LT ISPS
FHEFF2(JP19K 05961, JP20K05967, JP22K 05568, JP23K05159) D318 452 1F T4 T - 7=
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Molecular regulation of functions of plant-protecting bacteria by amino acids in the rhizosphere

Abstract

Root-colonizing Pseudomonas spp. exhibiting plant protective efficacies produce a wide variety of
secondary metabolites and extracelluar enzymes that contribute to the suppression of plant pathogens
in the rhizosphere. Our genomic and metabolomic studies on Pseudomonas protegens CHAO
demonstrated that intracellular low-molecular weight effectors, such as guanosine tetraphosphate,
fumarate and y-aminobutyrate (GABA), function as important signals in niche adaptation to plant
roots. Extra-and intracellular levels of fumarate and succinate were found to positively correlate with
the regulation of secondary metabolism. However, the fumA mutant, which lacks fumarase and thus,
accumulates fumarate did not exhibit higher plant protective efficacies than the wild type. These
findings suggest the presence of other signals that induce biocontrol activity. We then investigated
the role of amino acids in the plant protective trait of P. protegens towards Pythium damping off and
root rot in cucumber. Among the 11 amino acids tested, glutamate showed positive effect on the
plant protection efficacy of P. protegens. The promoter activity of the genes involved in the
regulation of functions were characterized in detail, and we found that the activities were regulated in
response to exogenous glutamate in a dose-dependent manner. In terms of effective and ecological
applications of pseudomonads, regulation of root-colonizing pseudomonads in the rhizosphere by
using extracellular signals that affect biocontrol activity will lead to advances in the research on
plant-microbe interactions.

Key words: Pseudomonas protegens, rhizosphere, Gac/Rsm signal transduction pathway, secondary
metabolism, amino acids
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1. [FC®HIC

THRE A X Z 3R OBBRIZIZREED M 5 23, @7 bR O I8k
HIMMPHEE OB A R EEB 2, FrZ, BV LARE, 7V U vLARE, YUY 7 b
=7 BETR E OWRIFERIRE I LOWNE 2 | E i 2 R dgmn A H k& < #E
freE SR Cuwb (Janvier etal., 2007, Aroraetal.,, 2021) , = 9 L7542 0il, HWEMOIRE
(AR A F#ME (Plant growth-promoting rhizobacteria: PGPR, Weller 1988) %1% U &9
LR OMIED IR LT,

FHEOITF 2 v Ve EICSIAER %5 X 2 2§ Pythium ultimum x5t & LT, HEERaEH
&4 f+1F 7= Pseudomonas protegens (GBS = — REF R BMEO—FE) 2 HV o0
FHPIBRIZED LA TV S, P. protegens (3LARIIE P. fluorescens & %744 A [A] U< LT aas,
“plant-protecting bacteria” % ¢ D4 DO L U TN LTz, AA AVEEOREMIEHEEN G
HiffE X 7= CHAO BRMAEMIZRE T /LR & L CaIHAL TV 5 (Stutz et al., 1986, Ramette et
al,, 2011) ., P.protegens & ZDitixRweld, PEAET D IRAEEY DO/NNY) 2— g G
B DL ZUAEIEY O IR ORTEZ I 2 D HIEMHE & U TER
THLONEENTEY, ZOZ LBRBICRIT A AMEORE#EIGEES., b= yF 0
JEFSH D73 T 5 (Kupferschmied et al., 2013) , & DIENOIRERFRD A T =K 1 L
LT, AEAEY & OB IR & | 18 IR 21595 2 & fEEEm oL
BEEHET DL CREZROMIGIC L 531 v RBE~DOTFE) 7o ENETF o5, B
TEDFERE L L HITZ O LRI EARNCHE G T2 Z L LN 5oHh 5, HlxlE
“URREEHDO—D>TH DT 7+ T (pyoverdine, pyochelin 72 &) (FEkF L— RAIE L
THERET D720, IREICEBIT 2REIEY & OBtG EROBWAEYY) OBEICHEZICH D Z
&R0 ZIRREEM O HRIZI3 S EMI T A 5T 0 b0 b 5 2 b ETAH
MIHENTE L E LTHRRET 2 b ORE EN DDA A~ AT DT R > TNDH Z &
ExTh5 (Pieterse et al., 2014, Zboralski and Filion, 2020) ., W3 7UZ L TH _WRAEHTPEY
DAY == =3 OB SHPASHE OIRAOIRIEIZH 5,

T O IR OMSREZ T2 Z L IC X 0 REOFIRIHIC 22T 720 & &
Z. BEREIZRED DI Z ] HMNNC TR A X R a— AEITOE BT 21T > T T2, £
DI TRE# 72— IR AGHITEM D ERERIE D L 7L L LT T 5 Z L 2L LT,
AT TIE, Z D OFER EFIEIZOWTRITT 5,

2. WEYMREME Pseudomonas protegens MEEREHIEIA H =X Ls
P. protegens OAEMRFERE /N T 5T 2 PEMEME & LT, FEIT 2,4-diacetylphloroglucinol
(DAPG) . pyrrolnitrin, pyoluteorin 72 E3HIHALTWND, ZDIED, HEIRINESETH S
AprA 7T 7 —EBRX T —E L EAINTEY . IO N HEROREMEY OAF
ZHIH] LT %  (Haas and Keel, 2003) , 4712 DAPG i P. protegens MDA fLE MM E
&L THESIT HILAMN, PLEMWE & L COBREDIEINT b5 I iEA I
HETDHZ ENRMEZILTVS (lavicoli et al., 2003)

PIEMEE SR BRINERIZEOEE R N 2BET 5 &, BABICHEAHEFRWRWES
7 EVBED IRV R CITHIE B H 2 & > THI- TA L 2D, ZD7=® Gac/Rsm > 7 /L
LR E RSN D HIEHRIC L 0 BuEICHE &4 CT\b  (Gac 1X Global activator, Rsm 1%
Regulator of secondary metabolism ™) (Lapouge et al., 2008, Kidarsa et al., 2013, Valentini and
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Filloux, 2016) ., & IIPLEMEDE 72 & OGBS BT (MRNA) O Bt —& —fEkiZ
RNA GG & /37 RMAE (U 7Ly h—) 2556 L. BEXIIHI ST\ D, O
BEALICIFEE LT GGA £ F—7 & LI D8R M 72 E%] (ANGGAN) 2MFFET 5

(Reimmann et al., 2005, Lapouge et al., 2008) . —J7, EREZDZALIZIE U GacS/GacA —hksr
FIHERNEMEAL T2 & ZAUCEEOFRER small RNA OFHENE £ 5728, AR5 small
RNA (Z iR GGA EF—ZIZHEATEY . BHD stem-loop #E A D70 7L v
—LEEA LTV, 7205 mRNA D GGA EF—7 LA 5720, fik & L CTARMEE
FEETORBMEES N D, Gac/Rsm T 7 /URERIT Pseudomonas JEHIEE 2 e /L
<O T AR F Y THENCHB LA AL THY . EEIC L > THFRENROFRER
TRRHENTWENR, ZDFERDTT L 7272 P. protegens CHAO0 D4 5E small RNA
1332 (rsmX, Y, 2) fFAEL, VA I F s 120 nt Fiffk Th D, MIEIE ZAEDOM %
RO TH S Z I STV ERIZ, FHER small RNA 2 W T—FEflE 2175 2 &
%, %O mRNA ZHl#E L TrIET 5 L0 IR LW ENnZ 5,

3. EMREME OBEETIEIZEHh 2 BEY

P. protegens @ small RNA & &Ff & kB n TIIFEBLOIEADNEE) L T\ D Z &b,
AR small RNA OB S IAEY R OFSREZ T N5 L CHEDRfEIEIC /2 0 15
B EEZ T, MRTEME ORERIBENC T T, ZOIBUTET D RBEM & FrE T
< A X R\ — LRNTOE BARMAT 21T W o0k & 22 D RGERPEM B 5N LTz (3R,
B2 X TCA YA 7 VOFRURTEH 5 7~ Mo 27 Bl FHE7R small RNA OF8ELES X
ONGUREME —WRARETED D EPEICIEIET 56 2 &, Milce Ve U BITAIETA 2 &0
B 57872 o 7= (Takeuchi etal., 2009) . & DIENHIFERFA DL 7)1 (alarmone) &
L THEBET % guanosine tetraphosphate (ppGpp) 73, HEIERFEREE |23\ N TIIPTEEHE —aRk(R
BIPEM ODAEFEICIEIHER T2 Z & 2B 5N Uiz, SOV IR 26 4EEDAZIZ T
WALTERY, 22 TiEEEsSEQOEREL,

xR HEYMREME OHERERIE SR 5 KEEY

HERE 3k
2L SR small RNA D% (IF) Takeuchi etal., 2009
PUE It —RAETEM DEPE (IE)
NI SRR small RNA OFEL (1IF) ik
N FHET small RNA OFEL (&) . A -
EILE:
B Bt Y P A (2)
keuchi
GABA* WIEREESE (1) Takeuchi, 2018
Gop* FHER small RNA O%E, (1IE) | Takeuchi etal., 2012
PPERP HEE (F)
. - T —1 B 3H - BEEEE)  (E) . Takeuchietal., 2023
JILE = UER

TR R ()

* NS 7 E L CoRER T,
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BAE B T2 A X R — AT ORERMN S, FEX T ERER T X VBB TH D
GABA (y-aminobutyrate) (ZBILERAS §7-417-, GABA X, T DHEAIZED ST I /7 il
# (GABA-transaminase, GABA-T) D¥I1A3 Eilkd Gac/Rsm & 7 /UREERIZ L - Tl
SINTHRY, —KBED TH O 220 LEANREDSEE ISR ST D 2 E BB 5
& 7¢ -7 (Takeuchi etal., 2012, Takeuchi, 2018) ., E{RMJIZIL, GABA-T % 22— KNI 5i&s
+ (gabT) @ EfO 7 ve—& —fEHIC FiRkod GGA TF— 7N AH SN TE Y, GacAZE
FRICB W T AERR L i L CTHZBER TFORBAENME T T 5 & & i, EED
GABA-T{EMEDL KbV TEY . EERNIZISIT % GABA OIRFENTTHE LT, 512 GGA £
F—TERE ANND L, —HOFIIN S v oL ENDZ EBHLNERY . Z ORI
DOEEMN LR SN 7z, GABA [ P. syringae @ HR iFERECE(IMEIC R D 2 L Vi &
N THH (Parketal., 2010, Tumewu et al., 2020) . HEMFRIFHREIZ W T HAEY & OFHAAE
HORIECEELRY 7T VE & U THEIET 2 2 g s,

FEWRGEAN T OFSRE A 8T D BT, 2o 0—IRIEIFEEMDS > 7 viE & U TIEH
THEEZ BN, 7 Z CHET small RNA OFBUCIEIC/EHT 2 7~ UBRICER L, 7
~ IWEE SRR & L CRAICEA AR (fumarase) DRIEZFKZEH LT, =
DI IR TITIFARE & ol Um0 Z L2 Ly, PiEtEiotE L
DD, FEEEOFHEN I T L= (Takeuchi etal., 2009) , JEFIZH M E A RED S HE
ICRDEELRIFT LR RSN D, —F, GABA OFE&EER#E L TEH L Bif
O gabT BfnF D RIBZ B IR E ~DEHEIENTTHE L T, GABA NEEDER
DT FVE L U THERET D Z EDVR ST, HEIREI R 205 £ TITIFE LR
o7z (Takeuchi, 2018) .

4. T I/ BRIC K HHEMREME O

FEW PR ORI O 7= D121, tO—RAFBPED DI INZ OV T HHI ST
THZENAEE 2T, EEE L LT, 2 E CREMSEIE ORSHE & OBIRA R T
ol T X ) RERGE U, WRERRIHER T 57 2V ROREEZRATZ, b~
FERIRICBW T, B AF VU EDT X BN URERPIEZHET 5 2 &
MRS STEY (Seoetal, 2016) . fEMREEME & 7 X/ RO PRI R IR & 724
7o AFET 2 BRKERIE (10 mM) % P. protegens SRR & & B I HEEICHSIIL . Pythium
ultimum JE&GeH3E 21T 2R ERBRR 2 & = v U S ORI E & O Iz K 0§ L=,
Al LT B UL EE (Wb LK) ofTiis g 2 Uik (L-Glu) DI
BELRPRO BN (X) , 744 I U FREMALER G EARRER AR BT,
P. protegens & OFHAEIOHIT L D IRDGRD HATZZ LG 7V I UBEDS P. protegens
DOIREZ BTV D EF 2 B/ (Takeuchi etal., 2023)

7B I UBEE P, protegens OEREFIEIO Y > 27 & LT, Filkd Gac/Rsm > 7 /Ui
R LT NH I UERINIEIVER T2 2 E 3 HERI < 7=, P. protegens CHAO #% FVNT
SR AT o T2 & T A AMNRMED 7 v 2 X U EEOALERIZ L 0 AT small RNA (rsmZ)
DOFRBNTCHET HZ R LN LT oT-, IBITTNE I UBRINENEDBIR T A/
D78, P. protegens (27 VH I UERER AT T2 L KD RNA ZHlH L RNA
Seq MENTIZAL U7z, MEALBRIX &b D LeigfiftT 21T > 7= & 2 A, Gac/Rsm 7 F/VRER D
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w3
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oW ]

i be bed P Pbed  bed bed ° cde

S

jm 1T I| de cde

0 el I-h : ENEEES SN
T/ - - Glu His GIn Gly Leu Phe Arg Lys Val lle Trp

EpeErs - + + + + + + + + + 4+ + +

. B2 LERETIEICHEITHF10SEDOENEED LR

THEPICE T T AENEIET ABRE T T = v V% 2 BlEEE U, i EEZ i L & 2

A, RN (Pseudomonas protegens Cab57) WUREX CEHEDEIENR A LI, 74 I R
Glu) 20T 2L S BIZIRBEE ST, 77 7%, BT N07 7y Ml 5% /KETEH

BENRDDZ LErT,

HE N2 H 5 & SN DHUFENE “IREPEEY DA IR T D7 T A X —D—EROFEBLH
ﬁ@?é:&ﬁ%%ﬁ&ﬁotoﬁk\ﬁﬁ_%ﬁgﬂﬁTLt%@kbf\EX%VV
RN DLL B R ENTEN TV, B XAF YV ARHOBENMEIZ DWW TIIBIED &
ZARBHTH DN, RGN T v A SIZBRRN S -5,

TIH IRV X0 JUHE L7 B R T O RIZiE S T — P EE#E s T RE  (cbp-chiC,
cbp (& chitin-binding protein %, chiC (XX FF—E&Ea— R T2) CBIRUFRXTF R
orfamide (orphan BIx+-7 7 A% —FEW) OB ENEEN TV, £DI37)> DAPG
DE R BIL TR &b IuE L722S, 5528 RIS O DAPG OIREEIT 7 V2 I LB
EXVIERTFLTEBY ., MHEREAR LN -T2, Ui b EW OB P TOZEM MR Z
R ENRK EE 2 BILD,

FFF—PREIEFHOT 0T —4 —fHHIC FiRD GGA FF—T7NAHENZZ ENnD
FERCEN S Z & & LTe, GGA BT — 7 DFFEIZL Y . MOFTE M _IRAGHIEY & [FIEkIC
X FF—PEEE RO S Gac/Rsm DRl Ficdh 5 Z L e S iz, #Z TUHi%
7'aE—& —iHlE % lacZ s O Bl LI~ Te & 2 A, GacA 2 RAK TS
BHENMETLTERY., &SRB 23T —BIEEbkbitizZ £, Gac/Rsm D
HEI FIcH 2 EEZ b, RICYE T 0T —X — &SI 5 7V S 2 DB % i
Rz & 2 A L-Glu OFEEERAFANTEEDTTHEE L TE Y . RNA Seq ifAT OFE RN ks STz,
¥, D-ZvH I UEE (D-Glu) ZAER L7256 C b [RERICIR BRI 7 0 ' — & —if
PENTUHE L 7= (Takeuchi et al., 2023) .

DT I VR OWNWTH YL e T —F —IEEICR T 2 BEF L 2 A, ERXATFY
VIR TR AL RE SN T X VBB RETH TR, NI T R T 7 Ao vZ I
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g & [FRRDRDFRO ST, bkD &Y MU T hT 7 AFT VS I BRO K DI
YRR 2 151D HDREREI X LI e o 7o Te . T — B LSO b i PR fiE
BerEm LIZBE4 2 Z LR S e, B U T R T 7 EYR L O R OB
ORI LT o R/ UWWHIROATBMA L 725 Z 2B 2 5 & IREZHIETS B
THRLRDT I/ BO—D2L bR D,

5. wm&IC
TNVE I TRITAEY) - AEIRIFE EAERIZEIC IV T, ZALE TS HAERI O BEISE
R T ORBETHET 5 72 ERREIRE O R COMRENHRE ST 5 (Goto etal., 2020)
A RICBWTITHEDUO X T F—BBETORBLEZFET L L bERINTEY
(Kadotani et al., 2016) . HE#MAl, HEEERIRFTDOTIRIREOFEEZ S LD DIRNEISE DT 7
F e UTHERET D Z R SN D, ARl 7 I VBB CIEF = 7 U SRR
T DR E RS 2o T2l OV TR, T2 7 USSR LTIz o L 5 2zhH sz
VDDA B D WEBIENG BB S T OFEHFHFEORN ) & LRI DT T HER OfEHEREIE L,
TSR LT 2 L7 E B & L CE A BD,
7R LA BT A FH & LT, A AT VAT & OBIFRIZ E ELERA
{725, DIRT 2/ ROV o7, Bacillus JE#MES . Staphylococcus &l . Pseudomonas
aeruginosa (2B T/, A7 ()L AZRUCBEIAERT 5 2 L3 S TH Y (Leiman et
al., 2013, Sanchez et al., 2014) | [EIROGHIR ENA T 7 4 NV ANBRE S D REREERT
bOGEITIE, ZOANRFEBREINTVD,
*EI BT DHEM DT A 5 Zé E TR REE ORI A Eh E B2 S
o NEMREANEE OERRZ RS2 72 DI2i, ZAVE TOREY) - AEMR O A AEFNTE
e & EEOT. RNOLB éﬂéﬁgﬁfﬁ%@/\7 AT E AR T v T O A X
Hjﬁ‘J:’C“j(‘% RYIR L2V 1R 5, HEREME O~  —/V RTOMFERNCATTZ 9 Lz
TEHE AN L TOE T,

BiEF

AR EAED HIZHT=0 | B - RPEEHITR Ao W e L, /J\7|<E.,\
R, FHEE RS SEEMAEEZ I CD, 2L DOF LTIV, 2 2R
<HEERT D, RBFFEO—ERIL, FHFE (18H02209, 21H02200) D BLA%., 72 5 TNZ NARO
A ) _X—= a7l I NNIRD IR EZ T LD TH D,
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Evolutionary trajectory of cell surface receptor-induced plant immune system

Abstract

Plants, as carbon sources, are targets for various organisms, making their recognition mechanisms
crucial for survival. The primary recognition method involves receptor proteins on cell surfaces,
similar to the innate immune systems in other eukaryotes. Pattern Recognition Receptors (PRRS)
detect Pathogen-Associated Molecular Patterns (PAMPs), triggering PAMP (or PRR)-Triggered
Immunity (PTI). Plant PRRs, categorized into Receptor-Like Proteins (RLPs) and Receptor-Like
Kinases (RLKS), evolve in response to pathogenic pressures. These receptors not only recognize
pathogens but also regulate development and reproduction by interacting with plant hormones. After
ligand recognition, PRRs initiate a signal cascade involving coreceptors like BAK1 and SOBIR1,
and downstream factors such as RLCKs, CDPKs, NADPH oxidases, and MAPKSs, leading to
transcriptional reprogramming and defense responses. This review highlights the evolutionary
trajectory of these immune components and their ancient origins, emphasizing the adaptation and
diversification of PRR genes in land plants. Furthermore, it suggests a common origin for immune
and developmental receptors, hinting at an evolutionary link between PAMP recognition and
developmental signaling pathways.

Key words: PRR, PAMP, RLP, RLK, , Plant immunity
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1. [ETLHIC

LA DOV IAFET 2AMEE EZET “AA TN 12590, HEERZ
72 )T ZE NN DAEMBORZIRTH DL Z b, bV L LWPLAEMENL” K
B 22513 THY, ZORFEIIHEDOAEFHIKICRKRE S BHb->T 5. £, W
Mk FICHER U TRk, BV ICHET 2 EMRITERNIICE Do 7213 Th v, 07
JZU&FJ%%%%%TPE ELETTH S, T, BEREIE, EoX o REmEE LD
IO L TR L TWDDIEA S 0. ANRA MR ORI LI IR DR F 3
7%@&]: STRBIBRODIVTND LB X DONEMEMITIIT 5 BRE S AT LORAT
HY, M HEINTIEZ2Vy (Nirnberger and Brunner, 2002) . JHEURHEROYE TH
55 AR RSy - X% — > (Pathogen-Associated Molecular Pattern, PAMP) %, #i#)
DOFffaF & — ks 5K (Pattern Recognition Receptor, PRR) (2 L - Tk =41
% (Zipfel, 2014) . Z DX 57 PAMP %k L PRR (2K > T XL Z S

(Pattern-Triggered Immunity, & %% PRR-Triggered Immunity, PTT) (%, &h#), fii
Yy, B, £ OMOEREMIHRGF ZIL T D (Boutrot and Zipfel, 2017) . AL, Al
W1 % PTI S0 AT LZBIRT D K- & 2 DM LRl &2 B4 5.

2. HleREZAE
¥ PRR 1%, dEBCYFTHDH PAMP °H O CTh L HEERE )7/ 7—
(Damage-Associated Molecular Pattern, DAMP) & L CORT'F KRR, /NS pH Xy
', IBE, 2 ORI W THEREERIZ LT LTS (Ngou et al, 2022a) .
TINDDOZFRG, BEEE NA A VEFFONX T RAA VB RLSZREEESY VR E

(Receptor-Like Protein, RLP) &, B KA A & F%F—F8 RAL L OWGFE2F>%
BIREESF T —1t (Receptor-Like Kinase, RLK) (Z47E X115 75, RLP 8 XU RLK OfifH
RFNG % a— N8 IS FERE TR E < B0, RIRERE NG U T b
FECHERL T2 E 265 (Fischer et al, 2016; Ngou, et al,, 2022a) .

FEMIZ 3T < DMIIRE S A TIRFAGERRIZBI G- L TV 2238, [RIERD N A A A
L%%O%<@iﬁwﬂﬁ%Tw%/%Tw%/%~7%FT%574%%4kﬁ4y®
KO A T2 L, B4R L UOVEEA #1835 (He et al, 2018; Hou et al., 2021a) .
T, A, BXOAIE T vv R H325 Z LR LTV D HEM OFIIE R S RIRIC
I3, LRR, G-V 7 F o, fiflbErsS % —t (WAK) , RAERE R A1 > 26 (Duf26) , L-
VIFr, VT —7 (LysM) , BLO L7 F 25T 70O RLK X0 RLP
Né5 (Ngou et al,, 2024) . =D 9B LRR, G-L 7 F >, WAK, LysM Offiast KA A >
ERrOMIEFREZAMAIT PAMP 23832 Z LG SN TEY, oMo ERIZA
OO TRORFED Y H o Raidikd 5. Mgt KA A %47 (LRR, G- 7 F 2, WAK,
Duf26, L-v 7 F >, LysM, &25WNI~ L7 F Mo KA A o OHATTM BLOKD %
K<) OBGHIIROEDORHIZE THS (Ngou et al,, 2024) . [FEEIZ, RLP %1 7 (TM
WG E LToAIsh R A A 2) (il <, IR K OMLEIC L O D, Ziv s i3x i
NS, RLK Z A 7" (MifEsh KA A B TM 240 L KD EFEE L T0D) Xk D iz -
THHRLTEY, et WAK-RLK, ~L 7 F-RLK, 88X G- 7 F-RLK &5,
Fie EAEPIZ 72> C LysM-RLK, L- L7 7 >-RLK, 3 XU Duf-26-RLK 738357 5.

LRR-RLP #f&\ =6 >ORLP 7 7 X U —IZRLK 7 7 X U —LIRIZBSGT5 2 &b,
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%< ODRLK 3% F—8 R A A O 418 U CERE RLP 72> bl U7z vt 2R L C
5. RLK BEERIEMRICNAAET D 2 e 2B D &, TD XD A A N MIt#EY
LD SESEREPETRELIZEEZEZDND. HDHWE, RLK & RLP & FERIZE S 225
FAE L, FrEDRM D OHIKBIFRHI ORI & & TR Z T2 /RN H 5. WiusE
&, RLP BX O RLK OWMJ7A, Mast A A b3EL TM & BIZiEF T —E RAA
> B A T2 DI AR O BAR T HER LU N A A U AZHaZET, TOMRERI L/ S— 1 U
— SRR ST ATREE DS .

2. TREFOELENHR

U 77 ROFEH#%, PRR 13 SERK (Somatic Embryogenesis, Receptor-like Kinase) 7
7 2 J—D—EB T& 5 BAK1 (BRI1-Associated receptor Kinase) <> SOBIR1(Suppressor
Of BIR1) 72 & DILZFRIR L AT Z®JIMEoNT B AR ATV, TiD> 7 U
FEH A — R&BMET % (DeFalco and Zipfel, 2021) . JHMHAL SV i=Z BIEE AL, #l
JEZ X AKX T —F¥H 7 71— VII (Receptor-Like Cytoplasmic Kinase,
RLCK-VII) ® # v 3—% 1 Uf{t. L[Rao et al, 2018) , MAP %) —E %} —¥FF—+F

(Mitogen Activated Protein kinase kinase kinase, MAPKKK) <>, CDPK(Calcium
Dependent Protein Kinase) Ofth, 1/ 7 5F ¥ %/ Toh 5 CNGC (Cyclic Nucleotide
Gated Channel) XN OSCA (Osmotic-Stress-evoked Ca2+) <> NADPH 74 5  #—
+ (Nicotinamide Adenine Dinucleotide Phosphate, NADPH oxidase) 7% & DfufkRE
WX B VBT 5 (DeFalco and Zipfel, 2021) . ZILHDX LRI ED Y R
i, Mg L o LOFRACTEEREZFL (Reactive Oxygen Species, ROS) DEFE
(Yoshioka et al, 2003) 72Xk - T, 55 7u /I I 0 7B IO (LE G| &
2 L, WEEROEGEZ RPN ZAET % (Bigeard, et al, 2015) .

#%:® LRR-RLK 3 XU LRR-RLP O 25k & U CTH¥rET 5 SERK 7 7 X U —I37T
A R EOREHE, IO MM TS 2 2 &0, B B O BRI HEL L
722 L ZR2 LTS (Hohman et al, 2017) . [A#RIC, SOBIR1 7 7 X U —(d 50 B
® LRR-RLP {ZE /e I AR TH Y, e B F7ET 5 (Liebrand et al, 2013) . L
oo T, TR, B LMY o BRI LI rTREMED mv. — 5 T,
RLCK, CDPK, MAPKKK, MAPKK, X O'MAPK O X 9 Z2fifa/Eg & —E<°, CNGC,
OSCA, B3 LW NADPH A F & —ED L 5 Ml E My 7 F /v pkariE, 33 To
FPFRARICZLOND HOT, ZORFEITH. ZbDF 7 EOBRSAIZISIT DGR
RNHTHDDY, ZbDHX /37 EH ke LAY O HER RN SIS EBIZ IV TR L T

“AREME N H H . Z Tk L, TIR-NLR ( Toll/Interleukin-1 Receptor -
Nucleotide-binding Leucine-rich Repeat) 35 XUV LRR-RLP (2 L - TIHEMAL 5 581
WF72 EP # 2 37E (EDS1-PAD4 7xErm 2) (Dongus and Parker, et al, 2021) , 1
F O X—HINLR (N Requirement Gene (NRG1) , Activated Disease Resistance 1

(ADR1) ~Ew ) (Feehan, et al, 2020) 1%, #R7HiE L Ol (FETAE) 12
DAHEET SH. LRR-RLP B WEIFEO D THLH e a2EZ DL, EP # L/ VEHEB X
U= NLR 728 LRR-RLP ¥ 7 /U RERRK IS S 4, FEAEI 3\ CEfdi:
DEWFRIETR Y 8T —7 ZJER LIz ATRetEDs vy (Lapin et al, 2019) .
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F72, HEEFHEYIC T D RLCK 77 X U—0 95 5 VII Bz a— R 258 n 1 REOEN
JERLUTWEDH, D> 7T )UriEsSsy 7 7 X U —O3EKIZ PRR X° NLR (2 A~ TRRER)
ThHhoHZ s, PRREIGTTV 7 U —DIRIILT L ZO TROAT L7225 PTL Y 7
TGRSR DYERZ B EEZ LWz 5 (Ngou et al, 2024) . RLCK-VII Y% F
T IEMAL T D 72D B2, E D RLCK-VIL # /7' THHHNE, % RLK B
FORLPIZE»THER D, 61, WEEDWMT T = 7 #—FRLCK-VII R ZHE1) & L,
SRR 25 Z LNV BT \5 (Zhang, et al, 2010) . L7=»3-> 7T, RLCK-VII %
TIN—TRDOINEMIL, =7 =7 X —DEFHICRTT 5 Tty 7 ‘j‘/WKé‘fj:f'tﬁ@{%n%H%
& U THREE L CW D ATREMED @, £ 72, HEI3RERY 72 RLCK 2R T 5729
RLCK-VII ##ll %) —8, 2£ i [T a1 ) ##b3d, £had NLR 2 “U—FR “L’C
VW5 (DeYoung, et al, 2012, Lewis et al, 2013, Wang, et al, 2015) . ZiLbDT—X %

a7 5L, RLCK-VII 77 I U —DIEKRIFTIFFEN S DFENT L >TRIY, #fEs 7
FTIRIER Y N T —7 O8I TG LTz ATREMEA EL .

3. AESKLURECEET SHMEREAZRARTEEERERFD
RLP ®FCl%, LRR-RLP 2RO 7 7 X U —%HaT 5703, ZOFIZiE PAMP CHffiafH]
BROMFAET D7 = 7 2 — %30 L CHREZTEH LT 2 b O i T, LRR-RLP
DOAIfEss A A %, LRR EF—7DOMIZHAINTZT A 7 KR RAAL 2 (Island
Domain, ID) & FHEN 268 A G2, C RKiaDOEZD 4 -0 LRR £F—7 ORIINIET
% (Ngou et al, 2024) . ZDZ 6, LRR-RLP (2817 5 ID OENEDEREANIZMLIET
HHZEETEL TS, FHZLRRRLK V77— Xb 2D KA A L ORLELE H 5,
LRR-RLP N[EEEDBLE 2 IH LTV Z E03Vyh-> T 72, LRR-RLK-Xb ® A >/ —|C
I%, BRASSINOSTEROID INSENSITIVE 1 (BRI1) 7 7 2 VU — % > 3— (Li and Chory,
1997) , PHYTOSULFOKIN RECEPTOR 1 (PSKR1) ¥ X' PSY1 RECEPTOR
(PSYIR) 7 7 2 U — # > /N— (Matsubayashi, et al, 2002) , EXCESS
MICROSPOROCYTES1 (EMS1) (Jia et al, 2008) X O NEMATODE-INDUCED
LRR-RLK 1 (NILR1/GRACE) (Mendy et al, 2017) & Fi 5. BHEWNZ
ID+4LRR & F—7 ZF> LRR-RLP £ X O'LRR-RLK-Xb i, & HEWIAFAES 5 Ml
FHATIFELE L2V . LRR-RLP & LRR-RLK-Xb OfisEF —7 DL EEZE 2 5 L, =
NHD 2 DOZERT T ARIHAEDOEIRZ RO FHEMEN mV E B 2 51 b (Ngou et al,
2024) . 2, LRR-RLK 8 X O'LRR-RLP 765440 4 5@ LRR £F—7 (C3 HElk
EREHIND) R L, R A21ED &, IDH4LRR ##7> LRR-RLP & LRR-RLK-Xb 733
7 TAZ =L T HZ i, ThOOMITERRIBRMED D Z L AR LTS,
7 Z A4 — (IDH4LRR 7 L — F) WIiZi%, BRIV/BRII-LIKE (BRL) 7 L — %
PSKR/PSY1R 7 L' — K, BLXOFICLRR-RLP &£ 5V 77 L— KNRH 0, HEEEIME
FEENTWHEEZLND. BRINNZIT TV ) AT 04 RaiRik L, ZRIABAKL & AHA
YER L C FROISE 28T 5. [, PSKR11Z7 4 b ALV T A &% L, 5
FIKSERK1/2 EAHHEAEAT 5. — 5T, LRR RLPIZPAMPCT RS T AT 4 v I =T =
72—tk L, /K SERK R 7 Th b BAKL 3L NSOBIR1 56 L TR
A BA 5. #EERFSEIC L 0, BRI1, PSKR1, X O'LRR-RLP RXEG1 & SERK @
MEER A = X LB -> TW5 2, BRUBRL, PSKR/PSY1R, ¥ L 8
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LRR-RLP 7 L — RO LRR ©F— 7 Wi, SERK fH AAERIC EE R R F ST T
—7, INHE I xx AL F =0t ) 2 (QxxTIS) — 7" DMFE(E L T = (Santiago et al,
2013; Sun et al,, 2013, Ngou et al, 2024) .

LRR-RLK-Xb [ZFF—¥ FAA & U T FROWEETEELd 25—, LRR-RLP 1%
SOBIR1 % U 7 b— ks L CHiE%E 5T 5 (Albert et al, 2015) . LRR-RLP 3% —%
RAA U BFFI72 T2, IR (JM) B X OVEEEER (TM) 2 EiEtE bic i
R Bi-dLEZ NS, ZNETIC, SOBIRL & OfEEICHER 7Y 2 - X-X-X- 7 &
v (GxxxQ) EF—7 DIHESL, LRR-RLP @ eJM fHElE (TM DD JM fEi) (2315
AICHEBE LT I BORENRESNTWS Bietal, 2016) . LRR-RLP I % eJM 7EI
DRI IR NA B Z~ L, —CTLRR-RLK (SOBIR1 Z&%¢) 1% eJM fEI DR IE
HEm& 9 (Ngou et al, 2024) . £7=, 1L A ED LRR-RLP 13— GxxxG £F—7
D, —IE "0 (GxxxGxxxG) 7213 =2 (GxxxOxxxOxxx(G) DEfEL7-EF—7
ZEFON, XHHRAYIZ, LRR-RLK Tl GxxxG €©F— 7 Lty 7203, SOBIR1, BAK1,
FBELWUPSKR/PSYIR 7 L— RIZR. 55 (Ngou et al, 2024) . BRII & RLP23 @ TM
FEIROD X A T EER)N S, RLP23 O TM fEIKIZ $ % GxxxG EF— 773 SOBIR1 & OHAAE
HIZVETH Y, BAKL & OHAERIZITIVETRWZ 3o T2. £z, RLP23 ©
eJM 78IS RLP23-BAK1 fHASERICHETH H 2 L B H0MZ 72> T % (Ngou et al,
2024) .

5. &f&IC

%< O PRRIZFEHFAFRIITH Y, FFEDOHE FHEM OSSN, FlIZILT 77 F RO EFR X
F 2R Cf/4/519 THOHH, 5% LRR-RLK-XII <2 LRR-RLP 235150 CW % (Jones et al.,
1994) . LRR-RLK, LRR-RLP, G- 7 F-RLK, WAK-RLK Z#% ¢ PRR ¥ 7 7 /L —7 DLk
(280, B2 2 RO IR E OIRFURICRE R 7003 % L0 IREFICRRCTE 5 L 9
272 o 7= LB 2 55, SERK X° SOBIR1 @ L 9 7l 0L, B b oL
FIIZFOBLTEY L TEY, FERONIA #&ie~ L7 F>-RLK X° BIRL, BIR2 & te
LRR-RLK-Xa D X 9 723 7 F Mg B 53 2V < O OffaR m= 254 6, e B
WA T D (Stegman et al., 2017; Gao et al., 2009) . PRR X FiED > 7 MRiERSy

(RLCK-VII,CDPK, EP % > /37870 L) % B2 D L TIEM L L, S8 DR 4 i
LTWW% (Bredow et al., 2019; Rao et al., 2018) . RLCK-VII %k FAEdThik L, EP Z /%
7’8 & RPWS-NLR [FHEEFHEMI A CTH D, ZD X H1Z, e B\ THMECRHML
L7z PTI 7 UGESR y b U—271%, Bl 3 2 IRIRIRIC 63 2 S i o Zedikit:
& EREA TR L TV A D72 A S (Ngou etal., 2022b) .

LRR-RLP & LRR-RLK-Xb OE(LAIBEAMENE, (oS A7 3R sz IR & R e
B AR S AR OB ORIF A/ LT\ 5, 2D O RRO @M SE DO EME 7
B (RLK 7> RLP 7)) IZRBHT&H 523, LRR-RLK-Xb & ID+4LRR % 5> LRR-RLP [ Ffif
MICHEEL, T =B R AAL N EEEDHBLUBINICHFEEL TV &b,
LRR-RLK-Xb 73, LRR-RLP & DAz L W b L7z rlgEEnsH 5. Z o7 U AT, 3
WO L RRIZ PAMP 23835 L, %D PAMP O~S7F REHIE D3EAE 7 1t 2 23
BiT57 4 YA b A& U THEREL CUWVETTREME N 8 5. B = L1, PSK, PSY,
SCOOP, CLE ~X7'F KD L 5 72D 7 4 MY A NI A A%, ISR ECE RIS AFE
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9% (Houetal., 2021b) . 7 « b A bAoA > OFED PAMP O HHEL LT=D)y, JH
JEARIGIE B 2 INE T 572027 4 "V A NI A O & 3 S T=0nx, 5%
OIMFETH LN EIND Z ETEA9.

HiEs

KBTS, BULEOIEATEREE IR P It v X —  REMIERE Y L — T R O
Db EIATONE LTz, B#HOBEEZRLET. AEO—EBIE, AARFIFRBEE P
F OB 2 TATWE Lz,
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Tosa, Y.*t and Asuke, S.

Origin and evolution of genes for resistance to the wheat blast fungus

Abstract

Wheat blast caused by Pyricularia oryzae (syn. Magnaporthe oryzae) pathotype Triticum is now
becoming a pandemic disease. Rmg8 and Rmg7, genes for resistance to wheat blast found in common
wheat and tetraploid wheat, respectively, recognize the same avirulence gene, AVR-Rmg8. We isolated
these resistance genes and found that Rmg7 was an allele of Pm4, a gene for resistance to wheat
powdery mildew. On the other hand, Rmg8 was its homoeolog ineffective against wheat powdery
mildew. Rmg8 variants with the ability to recognize AVR-Rmg8 were distributed not only in Triticum
spp. but also in Aegilops spp. This result suggests that the resistance gene(s) recognizing AVR-Rmg8
originated before the differentiation of Triticum and Aegilops, that is, ~5 million years before the
emergence of its current target, the wheat blast fungus. We also identified new resistance genes in Ae.
tauschii and T. dicoccum, and designated them as Rmg10 and Rmg11, respectively. To mitigate wheat
blast, we began a breeding program for stacking these genes.

Key words: Pyricularia oryzae, Magnaporthe oryzae, wheat blast
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1. [FC&HIC

oo 7T A NV ZOMFRGATIZEY, 30 R
F I 2R L) HEETHEL A SEL o7 RN

2, ZOMFENEHA SN DI b - B OEGYRE ‘
7T TR 4, BRI TH T I v
720 SO b D ENH D (Latorreetal., 2023) .
TAXWVE LR THD (M1) . AL, 1985 4,
7Z UVCEMIEL L= (Urashimaet al., 1993) .
F D%, 1996 FEIZAR Y BT, 2002 I/ NT T A,
2007 EG’?/»%V%V&%%&O)EL%I TEHE R
L, FKIZBIT 2 a AFXOREEHRED 1 D& |
= (Slnghetal., 2021; Valentetal,, 2021) . L72°L, [SNMGE
7T VMTBG H Y 30 I, ORI SN
KFEEIZIR DN TEY, BROFRE VIR Ch NS ‘ '
oz, ETAN, 2016, ALFWVWEDLIRIN T w1, an®inh bRk,

TT Y 2 CHEMNMKRFEA LT (slametal., 2016) . A&

B TN 7 T T 2 2 BHUTIEDN Y, [FIE O 2 LXK TR, Z 52 7. 21U
TIOTRLIO—F o7 KEEIZEIT 51D TOa LF WG BIFEO outbreak Téh-o72. 225K
FAELIAIRITKT L, N7 773 2O - RRITAN B FRIRNISR 2 £, &
STERMINLBROWN G BIFAE I AR E > THRIT A Z & Tho7z. 61T,
2018 4R\ZIE, 77 U A KDY L BT T, AJiROD outbreak 73 iERE S 417= (Temboetal., 2020) .
2023 FFZIE, 7T VNV ORETEHEE THE—REETH ST T T AIZBN T, AJp
DREPHER SN2, ZO LT, AFITS, 3 DOKBEIHLELL, & Oi5 gz LT
DOh 5. EOYEREEITE NOWRRD L D IZEHTITARWDS, RKKEOHZ R,
30 FENTCTT T VNV OREEEICBHET 2T X TCOEIZIANR>TND. BloTTr o7 %
HAUL, N 7372 a i iE 2 i a AXAFEETHLHA R, S5icdbicif
REINLDOaALFAERERTHLIHEINH D, ZOFETIE, —F7 T T KEIIBWTHEN
YT IT Y a Rl 2O OEEEEIIER L, ARBEONRT Iy ViR E o T
RO LAXAFECKITREE 525 Z LIIBBITTRIND. AFPBRROMEEE, Frlik
PUERFEOBRRIZAHE TH 5.

AIROIFEEX, 1 1 BIRE & [EfEO Pyricularia oryzae (syn. Magnaporthe oryzae) ¢
HDb. Poryzae ld, 1 3:%R2TARE (MoO) , 7U%FRTTIE (MoS) , varr=x
#RTvaszex=E (MoE) , 74 V7 A%RTIA4 77 AKE (MoL) DX HIZ, <D
2> pathotype (253 LTV 5723, 26D pathotype % = A IZHERE L CTHIEHELARWVL,
W T LXNENBE LR E A T U 2ay B CE L C b ARG LRV,
Tebb, I AFWVELHEEIT, b &ITRRDHHL pathotype TH Y, T2 1985 4F
(ZHIER BIZHIO CTHBLL 72D TH S, ZOFEHRE P. oryzae pathotype Triticum (MoT) I3
MoL £ 72132 DOUTED, IERFE I8 s PWT3 OBEREIERIC L > THRA Moy o745
ZEIZE VLI Z EAVRB SN TS (Inoue et al., 2017) . 2 & 9 ZRlE AR
AU, BIEDa AXEFOFIZa 250G BIFIRPUIEER 72 T 2 & 13md T
Lb\k%"‘ﬁé%ﬁ.’) 1985 ELIRMIZIE, =2 AFXEMIT MoT ICHE 72 & b 72<, #E-T
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FOBRIEICSI LN EbnE b ansTHD., DL H 7, Fxliun<o
MO LG BRI g2 R L, To/n—= 7%l bbb, b
FERAMEICEAT LI 70V 7 MDD TE = KETIE, FOMEEZFENT5.

2. ALFVLERENRMEELFORE

F11E, 2023 FETIZALFIZEWTRE SNV S HIFEHTMHEE FO—ETH 5.
FER T & LTIE, Rmgl~RmgGR119 D&t 10 Ein FAFEE SN TWDA, ZThbD 9
b 5385 (Rmgl, Rmg4, Rmg5, Rmg6, Rmg9) (%, MoT LAFLd pathotype (Z%7 D HHTiE
o, T7bb, BL-YVLOEEHHLZIET 286 THY, a2 AFOBMGIEEREICIE
fifi 2 720 2 AR B MoT ISk 2 #Pthi s 7 & LTI, Rmg2, Rmg3, Rmg7, Rmgs,
RMYGR119 ® 503 5. 723, MoT (o6 L CHPtEA R~ @\si) 7 7 7 #—L LT
1%, T AXOUTIREFERE Aegilops ventricosa HISE DY EIRET i~ 2NS 3EIHIL TV 5 M3
(Cruzetal, 2016) , %® RIZHEESRT HIEGIMEEI XV EZFRIE S TVR0 .

F1. INFETICREE SN 2 AFOW S BIREIS ST AT EE T
WS5TD  I—Tv

B FIRAERA RER BESNZRES _ 2k BEEHE
AVRIEZF  pathotype?

Rmgl (Rwt4) 1D Norin4 PWT4 MoA Takabayahi et al. 2002 MEX
Rmg2 7A  Thatcher MoT Zhan et al. 2008 HEX
Rmg3 6B Thatcher MoT Zhan et al. 2008 FHEKR
Rmg4 4A  Norin4 MgD Nga et al. 2009 HEX
Rmg5 6D  Red Egyptian MgD Nga et al. 2009 MEX
Rmg6 (Rwt3) 1D Norin4, Chinese Spring  PWT3 MoL, MoA, MoE  Vyetal. 2014 HEX
Rmg7 2A  T.dicoccum KU120 AVR-Rmg8  MoT Tagle et al. 2015 HEX
Rmg8 2B S-615 AVR-Rmg8  MoT Anhet al. 2015 HEX
Rmg9 (Rwt6) 1D Norin4, Chinese Spring ~ PWT6 MoE Asuke et al. 2021 FHEKR
RmgGR119 GR119 MoT Wang et al. 2018 AR
2NS/2AS SRRk A 2AS  Ae. ventricosa MoT Cruzetal 2016

#MoA % Avena pathotype. MgD 35I/f& Pyriculariagrisea (£ & 3/ 3H)

EC, RL1EZRTONS L1, ZTHETICHE SN2 2X00n G BIREHMHEm T
1L, TR_RTHERFETRIESNZHDOTHD. TORkEE MoT IZx T D a2 > THE
ALTREWV. BERo X 51z, %9, BEOa AXEMOHPIZa L0 G BiRihikE
fatZ BT Z 3D TH LW E P L TR, RREVID TRD & EIMIEIZA
Dol EEHEO L NI, FERF AR DRHEO &SR FEIFRRICIE, =4
X9 A TIRIGEIZED fHA TV, ZOlfe ThA 703 AX 22 AT - fMURTF L
TWe. Zb %, 77 VNFEI LX NS LINEREAR Brd8 TAZ ) —=2 7 L THDLHIE
WZL72. ZOFE, £9°, EERSERMRIZKE D Dr. Sears 725 AT L TR 2 ALK
Triticum aestivum cv. Thatcher 73 Brd8 |ZHME 273 Z IR, Z0BE o HT OfE R,
2 OOEBIMERIZ T 2RO EVHIAL, ZiuH% Rmg2, Rmg3 &4 L7z (Zhang et al.,
2008) . OXIZ, [AIU < @AIRFRHRICHERR A E s A S B = 0 6 0 L
TIHEHALRAT L TV 50 Rt D hif 2 AF Rkia Brd8 TRV —= 7 Lizé Z
A, D9 HO 3AK (T, dicoccum St17, St24, St25) 2SREOIGIEE T~ Z &t 2 RH L
To. BT ORER, T SIEE—OEPIMSES & 2A YHORRIRA T 5 2 LAV
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L= ZO#EfE% Rmg7 L L= (Tagle etal., 2015) . X512, “PAERMUICHEERK
AR e T B TE— RSB 5438 L CTAV /%R = 2554 30 fufiia Bra8 ©
AN —= T LIz Z A, 205 HO 1 5L S-615 23REOEIM A2 RTZ L& R L
= BEHTORER, Z OSRITH — OEH B A A RA T D 2 EAVHIBA L, Z4uE Rmg8
L L= (Anhetal.,2015) . BRIV Z L2, Rmg8 id, 2B Yt iAo Rmg7 & 2o
T = 7 IR B LU e & 51, Rmg8 (2T A FERIE i s 7 AVR-Rmg8 %
rua—= 7Lkl Z A, T Rmg7 IZhilak S5 Z EAVHIBI L7- (Anhetal., 2018) .
INBDZ EG, Rmg7 & Rmg8 IXFIEIE - ThoH EHE A T-. SLRETMEELT%
RKHT, M DIE U785 2 ATENAD 520 SR 2 [ | LI PR =1 803 2 oy5k
LCIHEX Brd8 TAZ V—=7 L=k 25, 18 ROEIiERK % A L7- (Wangetal.,
2018) . PAEAOEMEEICAREGEZREON LR, Ebbn 18 2 HiuE, Zhborf
(VB ORISR S F X RO L7249 EHIRFLT-. & 24705, Brd8AA8 (Brd8 @
AVR-RmMg8 flEERE) Z4EFEL7=L A, ZNDHDIFEALE (17 B 1T 7277,
IOZEIE, IS 17 REOEHUEIZ T T Rmg8 (or Rmg7) 12Xk 5Z EARL TS,
75 1 %% (GR119) 1%, Br48AAS8 IZxf L T EICITe ek o723, bitEofz
JEORT (PEERPIE) 2/RL7E. ZOZ &b ZDOFRMS Rmg8 (orRmg7) Z4A LT\
5 LR ST, SBEOHTORE R, GR119 X Rmg8 (orRmg7) (2 CTH H—>, ZD
BRSS9 285 2RO 2 LAV L, Z4E RmgGR119 (fifr) & L7z,

3. Rng8 Rmg7 dHO—=2%4

AEORREAE LD L, 0TV, BIED 3 AFEMOBPIEHH 2 250G By
B2 T OIERZEUT ER S TidZew. ME— Rmg8 (or Rmg7) 723, HAFREOHEE T
RS> TWAHE S THD. LFLoEhifE 18 &kt (Rmg8/Rmg7 carrier) DOEREEMIZ R &,
HH BRI NT TORIBRIRE L TV D, Z3UH ORI, 1985 4127 T Mz
TIELOTHIER LICHBL L7 2 AF WS BIREICHE - 72 2 LT WE T Th s, Zhb
DB OT=DIZ, ED I HIZ U THE~EMN O a2 AL FITHERFF SN TE 7D T
b5

ZORNCKITHEZ 2155720, Rmg8 D/ n—= T ZilkBiz. v~y 7R5NNC
75 RalDeN £ (Shimizu et al., 2022) 2LV EHEISTE2RFE L, I AXOREIRRIZ X

ZREBIZHLY $0> > TR, Sanchez-Martin (2021) & W ) §aSC R STz, T AF

) E A IR EE S PmA D a0 —= U IR L= 2 2 RE LT D TH 7273,
Z DBnF OHERLSN 3 He 2 D Rmg8 B n Db D LIZEFR L Th o7z, IEMEICE R
1, 1% S AEENZ AW ZDIZ PmAe DT LLD 15 Pmdb T, FiLk & HICEDMDT L
Pmda, Pmdd Z£F> 5 & A ZHHEFUESLAED 5 PCR H#E LT Pmda, Pmdd ORI %287 57>
2L, EBI29 EA RSB & PCR HE L C, Pmaf, Pmdg DL 57295 FAZ
JREN 2 WETHR 7 L) 2R LTz, Rmg8iE, Zd Pmaf L[E—Thoiz. &
HIZ, Rmg7 1£9 EAZHIZEIK Pmda &[El—Toh o7z, Pmda, Pmdb,Pmad |2 7 Vil
(RN 2A YR BRI T35 Z E B B E 72> TR Y, ZHUd Rmg7 73 2A Y
CARERIARICET T 5 Z & EPE LRV, —J5, Pmaf,Pmdg (2o Cld, Sanchez-Martin
(2021) 1Z7 LA L TWD S ODEEFRGLEKIFI L0 L T 59, Rmg8 28 2B 4ufh
REBAMIZERE L T THREE TR, BLEEZRA L, Rmg7 1T A% 5 EAZHH
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BHHE(E T Pmda =D 0, Rmg8 13 DIFMAEIE - Th D Eifam L. 8 2 i Tk~
HERm TRmg7 & Rmg8 (XFHLEE - TH D DIELWZ ENRFEASNZOTHD. ZhHd
Bfs 113, kinase fusion protein (Fahimaand Coaker,2023) % =— KL T\ = (X2) . £7z,
VLV2 EWD 2DODATTA L TR YT v NEERL, EOMEDPNRGHNEDOFREL L2
ThdZ ENMERSN. 2B, Y EORRZRH UL T D7D DRKEFEDIZ A>T
2023 =4, John Innes Centre @ [HEIOH5E Dr. Nicholson 2> @ personal communication (2
X0, e BoFE (genome-wide association study, GWAS) % FVWCIRIZ[EHRE O
ST E D BENWEZ LR ol N L7 T AR DA URSamlZ AR 72 80 F Wi & 5
DI, THETICHRpAx AEZ LTWEeD, 2O 161xAOKERTHZ & Lotz Tk
DFmCIE Asuke et al. (2024) & LT, 1% 5 OFmsl% O’Hara et al. (2024) & LC, Nature Plants
DIF] Uil gk Sz, Wam XORIRARET DL, ZHbH0 IPmd 7 L] 1 30d B
E7R2 BN ) EATIREICKTT ARSI E VRO 3 SO7 NV—1205F bis. (1) g
12h< H D : Pmda (Rmg7), Pmdb, Pm4d.  (I1) W& BIFEOIZIERT % 1 0 : Pmaf (Rmg8).
() WFTAUZ B2 NH O Pmdg. & Z CTEEZOI, 9 FAZHREORMERT L
DRRNZ EThD. #ETIUX, WHBHREIERT 2 bo0Hic, 5 EATHREITE
T LD ESE LTEEND. TP, BRISERDBE T OEEET LV EEHT
HERZ, —DODFRNY LigoTp<.

RO R = A TR 520 AKEHIC L S HRETE 18 SRFES, BT/l R LR
itk 3 R e Nz, & 21 B BARa T LV 2 g LRSS 2 50-_7- & = A, 8 Zftix
Pmda %, 1 AfIdPmab Z{-F L C\5 2 EHVHIBAL7Z. Pmda(=Rmg7) 725 ONZ Pmab

Rmg8-V1 [ : B Protein kinase domain
1 B  C2 (Calcium/lipid-binding) domain
Transmembrane domain
NN T B MCTP (Multiple C2 domain and
Rmg8-v2 [ § § § Transmembrane region Proteins),

C-terminal

[X]2. Rmg8 23— N9 55 /378,

%, WHELIREOARL 5T D EATHREICBIENT 2. Lo T, 2607 LuEs
& A ZIRHEBUE & W O BALHED WD 2T, AN O R = LR S T &
TEBZXLOBARTHS. —7, 5% D 12 #H0L, Pmaf (=Rmg8) DX+ U 7 Th o7z
25, FIRO X I Pmaf 130 BIREICIIZNIK DD H E A ZIHREITIIEH L2 T,
VS PMEMPICHERF SN CE IR 2 5 PA ZRIRPIME TS 5 Z i TE V. £
ZTC, INDLOBGETORFEEMEL L THDZ LI L. 728, ZnLIE, Rmg7,Rmg8 %
G TPm4 7 LV B NZEDARER 7% IRMg8 NU T > b LT 52 &10T 5.

4. Rmg8 1\') 7> FDEETRE HILE

o AXUTHE AR T D Aegilops JBFEMIDOTIZ, Rmg8 /XU 7 MHMEET 5 ED
ZAHRDT7-%, Aegilops J& 10 fH 909 SRHEICE T Bra8 4l L7- & 2 A, 77FE 67 Hfndi
PibEZ R Uiz, RIS 2 HITERFEIC BrA8AAS A HfE L7- L 2 4, B /=Z LT3/ 35
F#t (Ae. umbellulata 27 S%&77%, Ae. comosa 1 &4, Ae. speltoides 7 %) 2NESeMEZ R LT
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(Asukeetal.,2024) . Ae.umbellulata |22 - TIE, Brd8 [CHkH M2~ L= R B 1A 27 %
T, ZOTXTH BASAAS [T MEZ /R LT, 2D Z L%, s 3 7 35 /i)t AVR-
RMg8 Z itk 95 Z &, #aZ9 U, BERERIRME8 N U 7o FERA L TND T L AR L
TW5. EBC IS R0 D Rmg8 HIEAH 77 A ~—CHilE %217 >7- & Z 5, Rmg8 /N
Ty NEGDHZ ENTETZ. Ae. umbellulata, Ae. comosa, Ae. speltoides /N 72 k& ZE
1 AeuRmg8, AecRmg8, AesRmg8 & L7=. 41 6 DO IRAH Z Jul /i 25V THD &,
BLRZRN T &2, AesRmg8 (% Rmg7, Rmg8 & [RIL 2 T AKX —|ZJ@ 7 5 —J7, AeuRmgs,
AecRmg8 1%, D7 T A X —%Rk LTz, AesRmg8 N RWEENT=S 7/ AlE, T LXD
B 7Y/ L&D THEIL TWD Z EAHBILTWS (Lietal, 2022; Mikietal., 2019) . ¥7¢
HH, Rmg8 NV T > NOUTEERIL, TNENERET DT ) 2OUTHBER E K< —#
T5H., 2O LMD, b Rmg8 /N 7 RME, Triticum J& & Aegilops J& D % 7K A5 E)
L7eblFTIEi<, 77 Dot Tk L T sz Z v s, Uk Z &xn
5, AVR-Rmg8 DFEFkEE /1% &> Rmg8 U 77 hOiifilX, Triticum J& & Aegilops J&PD
bR, 9726 500 AR (Fu,2021) BRI LB 2 7-. 595 &, 215D Rmgs
N T2 M, 500 TAERTOD 2 AF NG BIRESHBLIT 5 1985 42F T 500 JTHEDRH,
I AXNE BIREIC L DBIREE 21T 5 Z & 7e<, AVR-Rmg8 F8iikREZ £ bl Tz
LT D. REEICE DBIRER LIS, DX DRI LITATRERDTH A D M. T Dk
ZUIAT D 1GHRE LT, BIfER~AIL, 200 OBRG - 2MLORRE 3 D IS s
F & LTHEERKEIZRZ L WO TIERVDNEEZ TS, 2 LT, ko IHNEHER
T LT 12 RHRIZ L S A7z Pmaf 23, R~ OEMICHERF S CTE 28] $ 2T
FHATE 2O TRV EEZD. T HD 12 Z#t & AeuRmg8 £-4A Ae. umbellulata 27 &
OB AR 2]~ D &, ALk 40 FEHT7-0 TER VA D T & IXEBREGR .

ST, AeURME8 RARFEIZ D EA TR A AL LT 2 A, ZONUT U M) EAZ
EICIIER LW EAVRIB ST, EH0n, R1E Y 9 LA ZHHER# L Y AVR-Rmg8
RO T PIAISE LTZ K D TH D, ZoHE3E, ko Ty BIFEICEHT 5 b ook
2y 9 EATIHREIERT 2 bORENEE L LTEEND) WO FER b NTEE
BHNZEAWTYERR L7 R/ 2 & L1, IRD K9 72 E(LEfE DE 7 /L 24855 L 72 (Asuke
etal., 2024) .

(i) 500 JTAEATLARNIS, AVR-Rmg8 FEakrEZ£7> Rmg8 /NU 7> hod7'm & A FHHEL L
. ZO7m MEA AL EATIRE T DRE TRz o7z

(i) oW T, ZDO7'a & A7) AeuRmg8, AecRmg8 M & Pma 7 L /L DEIH 43l L7-.
(iiiyPmd 7 LLr T AL —DpZ, Pmaf, Pmag S HHEL L 7.

(iv) Pmaf 205, 9 A ZIREICEN< Pmda, Pmédd, & 512 Pmédb 2353k L7-.

(V)1985 FEIZ 2 AKX WNE BIFENHIT 2 Z SI12 X0, Pmaf 282 AW Bt s
TL LT, F£7= Pmda, Pmdb, Pmad X A% 5 EAZHRE & 2 AF 0 G BIFEOmE I E
M3 28ETE LT, BxlififshdZ izt

ZHUE, OB FINEOEAGBIRICBWT, FRA—4 Y RS L T B
EHENTZRPIOFITH D & Bbis.

5. aLFW L LREREREOEREZRELT
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I LFD LD IKEFE THE: SN D EMICIV T, BUERREbR TSI TS
PR THD. £2TC, aLXVEOHEEGIEETEICEF L. 250 BRbuEE
B RBIG CEBRICESIOTEOIZE, ETH IS, ETHIKUERHD. ZhuE, 4%
WHHIRBEE L THIZHDIWRRENETH S, 727210, FaltlIZEDOTREE &R A~DOHEFE]R
ELTHERIND L HI2hY, PEMICITEE L FEOM T T Bl rnZ2E Lv. H
2, BIRCTHIERATAIMNERSD. iUk, 22X0E BRNEIR CRIEET DHEIED
HThDH., ZHETIZZLFWNG BIFNAKRIE L TRIEIZR 72 FH - Hugdd, Wb
FE~ IR EIRLC R D HU T 2. L 2 AN, I AR TAMETHLINDZIZ, LD
G TR TR T 2 MBS DI 2 &0V, fo CRRMIMEA R 720 & 5 T
5. FDX 7T, &l (28~30°C) THIEHT A EE T2 LS e T b7
V. F 20, R 10O MoT IZERT 2B F2kEH L7 O Th H. Rmg2, Rmg3
%, FECTHEIRTHLINT, > THRICIHME 272V . Rmg7, RmgGR119 (IR CI13zh< &
DO, EARTHPEITZRD. - TR FRIZIIEZ 2. (72721, Rmg7 & [F] U HECS |
D Pmda ZFFH 008 LRl 2 7~ 2 AR o> T Y, SR IE B
TRNEER L) THD. ) THT5L, ZNHOPTHIBICBW T 2 5 #(s+ (K+)
1%, Rmg8 & 2NS D 2[KF-DFr b\ H Z &2 b, 2T, SR PMELRTZ25KD
?Tﬁmm'%wqﬁﬁﬁ%@x?yﬂ:y £2. 3L BIFEIEEATOME
J 75:17\‘07‘:. ZDOFER, Ae. tauschii (f’ /l:n”\ EE= o o
TLX) O LR KU-2097 ICHRLEET s patoype B8 B B8

ZRETHZ EICREIL, Z4Z Rmgl0 & Rmg2 MoT  Yes No No
4 L7- (Yoshiokaetal.,2024) . &&|2 T. Rmg3 MoT  Yes No No
dicoccum (TR AF) D 1%HE St19 12, Emg; m(i ies zes \N(O

- s mg 0 es es es
o a2 L, RMGGRI19 MoT  Yes Yes No
Tz Rmgll &gy L7z (Islametal., 2024) . oNs MoT  No  Yes Yes

Durable 72t A2FEHT 5720121, Z
U5 % pyramiding T2 0D HH05, ORI —D2FETNE 2 030 5. HbiEEs
FE2BMCTHRAT DR 2B LRI EEBSEEAT D L, E16 22T bR
L — AN BT 5 2 ST EO A 20 b BIFERFUEEROF) O ARSI THIT
5. —H, ZOX R L—ARERT IR, #EEOEEEE % pyramiding L7 SR
ZFEOHYI—ALTH, WHBREICE > TENEEVEBIZ TREAT 5 Z Li1XZEUE
EWEETIIAR\N, T T AT INT 7 DFERER, H25WITT TICER LT IFRE 8610
A DOHIC L WV EEEBE I LA EZR VB N0 THD. Lo, K
BRI OBFRAAICBWTEERZ L1, BETomd s LTk Ebhsun<
(I DOBIREN] & LW Z & Thb., ET5E, Lt ra2EEmEHIC) Y —X
T 586, pyramiding 21T 72l a2 AN HRATH Z ENRFETH D, 2 L0 E
5 & B E ISR A EPUEEE O RERG~D U VU —21%, (EEFRFEED
ONS Yo K 2 RN C) S FE SR AICEVREAHI L L TNDLEZATHY, ZDH
TR P CHERS A & > Tl 72 70, BIE, 2NS,Rmg8,Rmgl0 @ 3i& s+ (~7 1) 174
EARAS 11 AR, 2NS, Rmg8, Rmgll @ 3i#fs1 (~7 1) AR 10 RFEELI TV
5. M), T % 4RRELURHE L CRERG R LTS EF eI BT 55 7
ETH-70, CIMMYT (HEEFUEray « aAXHREUZ—) HHENDLOEESR
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HETEXDLETRSBALWE W EEERNH -T2, 2T, TN E 1 ERE LM% Bl
LT BCiIR RT3 BB T2 EE L, TN O EERMEZ CIMMYT IIZEMT 25 Z &2 L.
I D 3 B R 2 2T IUE, T D Fa D7, 4 BinRA RN 1/16
DOEIETHET 21T CTH 5. CIMMYT (FZ1 5 D% RS E OB B REIEA
L, BT D FE LTS,

6. BhHYIC

T AF N BIFE DA A EFITHER L CO DR A G FHT AT, MoT NE-R
AL TOWARWEIZBW T HE DI EBEREZ 15D 2 LERH 5 Z LI H O EGGD 7R
W ZATHD. HHMHBERIIIRN 05D T, BALTHLHETTEREZEDTY
BN THD., E2AN, Zo [THIERE Z#EL LS L LTH, ZoDOREIpkE
N5, F—IZ, 772 ROVR—NEH5508MDTH L. #lziE, BARTI AT
L ORI BEEAZ HIE L7 7 > RZHGELTH [Z oK BARCTIERTEIC /2> T
FHAR | EWH VAR THTINTLE Y. 2\, BERTAAN G20 D
ENZ 72~ 72 2 & I E/KE CEBRILRENIGE Y 7 o RSB B3, 2oV R— M &5 T
AR A HEE « 5289 D 2 ENTEZ. b FOE/ BEHCEEZ -0 1< 4, JRHh
EOMIEIL, FICHFAHRE CED 2T IUT R B0 i< S .

BT, BREAED X O L LThH, B3O breeder 12 & > TIIBLENCIZ R D2 EF A
— g N ERGRD. MoT NEEALTWRNDTHL0, TEWBGE FESSC T
L EFEER - HPTMERES TE 220, > Tl TR/ TE T T2 T
MERTHZEMTERV. &5, H L MoT BFERIICHIREA LTI R0-72 6, fEHL
TP IERRIIBMA D IZ/R2 57210 THDH. L, TADRME O/ a—=71F, =
NOORMEZ VIRT 5 = L A ATREIC L7Z. Rmg8 DA Do T2l Th D5, 15
B A L7 THOFBEKIC KL W &7 < Rmg8 IRARMARILTE 5. &6, EA
BETFELTOLBIREE 9 EA ZREOME I BlE 28T, BT &
Ao ZIREREERIC LD, SRS EBRSRENHEE ER > TSR A2 FL—RATX 5. H &
Ao IR B DN 72 MoT DR AICKTT DI 2S5 D TH D . £ LT, R
MoT ZMRBA LR o7-& LTH, ZORFITBBAVIZ725 Z L7, 9 & TRk
L LTHEX S,

SMECI, IRERPMEERIIR X R0 2 L T\ D, —J7, BATIRZ
ODOWFFEEN, WSR2 B O THBRERICBWTHDRnE 22y, 4%, Wl
P2V T Host-Parasite Interaction DIEARS: « i EHGUEDO BEFEIZE Y FHT oAfFFEE )3 HE
Z, WIIL7eNB 2052 H 0T TN Z &2 HIFF 5.

Bl

ARIGE 2 T L 7= Asuke et al. (2024) DIHZEEFE 72 & DN KRR A
FERHER BRI FERR A R 7« AGERICD L VS OE AR TDH. £-, EEALa L
X - =X 1 R EEY) A A A RN TR AL B B SR I TE— BRI (R4 B
A S A LR PR TSR RI . NBRP 2 A% 2 & » 7RERITIE  fHIAL
HLETS. Zeds, AR, AWESdEt 22— T4 ) _X—3 g CRIHR(EIT e

137



2| (01001A), EMIKEHAMT S G20 7 r Y =7 N [HIERIEO BRI AT 72 EES
[FERFFEOHEE )] DA Z T i T 7.
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