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ABSTRACT

TOYODA, K.'*, TANAKA, K.}, INAGAK], Y.}, ICHINOSE, Y.! and SHIRAISHI, T:'? (2014). Dynamics of signal perception, signaling
and regulation of defenses in plant cell walls. Jpn. J. Phytopathol. 80: 146-151.

The plant cell wall is well known to act as a physical barrier against invading pathogens. However, our recent studies have suggested
that the plant cell wall can perceive pathogen signals and is involved in signaling and regulation of cell wall-based defenses. Here we
will focus on a recently discovered role(s) of the plant cell wall in plant-pathogen interactions to unravel the complicated system

underlying plant immunity.

(Received October 7, 2013; Accepted March 6, 2014)

Key words: cell wall, ecto-ATPase (apyrase), elicitor, Mycosphaerella pinodes, suppressor, susceptibility

LI

2 A DY RMEBEERD, TOBR T LR
BAMVACHEE L CERRY 25 T5. RWEBED X
DREVNEFXE N TEYWERDO 1> ThHY, B
NI EXERFETHIBFELTHNBZ LIITS>ETH I
B, TORMFEO—2 L L THEYOMETEEL, BRErk
RSB 2B EERETHL LRAELDRTER.
L ORERDEY OMBEL BB LESHT L L
Enb, HifaEE MR- HEAE L RE T 2PN B
BTHD LT, BETIXELEbs T, &
DX 5 R OP, EHMRESAARILOEDHD 5\
LR EBHREYZEL, ThbFIERCmEL CHiflg -
BB OHERLET R 2B /NERE (1T 5
7) THBHIEPRADEEZEDOWEILLHDL M LIS T
&l BREFESWLWTREEYICESWTHEBED 2 H =X
ADBEBRT V5D, MlRECOREARBLBERIEEC
BT 581, BLE~EHEEL, BHENOLWED I
BEEEIRTEL, BHEWEIBELICRILEN L
EXBTHAHH. ABFH T, MROHMITTHLRIEK

OERMI > A F 2 O5FREBCIHREZORE1D 2 A%
AR, Hifas X OEBOEEEOMEY N2 EDMaED
Bric el EOmE b, WERREO €4 b o 7 RY: | kKiH-
THRIZS,

1. TV RIBRIREANRT DT 9 —&F T vt —

v ¥ BRUR E Mycosphaerella pinodes DR T R FE I
oOFnh, BEWY (v FY) D747 vFL VT
BrEvF v OLEERNFTARFARAINTLE K
WHEIEY S vy b — BRI T XA (Shiraishi et al., 1978).
W, Ay —DEHIRDOWTIE, TV vx—0EE
O—WHRY b HEh, TOFBEWC X HEMEEOKR
EWVS EFL B, 1980 ERBELDS, AENEET
% 28Dy 7 vy v — (Fig. 1; Shiraishi ef al., 1992) & = Y
v & —DOEEDO—HHBYE X iz (Matsubara and Kuroda,
1987). RBENEET AT Y v & — (Glc-Man-Man $E§475 ¢
YV VvBRER O- a2y VS LS FEN 70kDa O X
VvR7E) TAE LTV YT, €3 FvOosadmn
EELVAMLERLIhB 0rRL, 7 vy —ondt
FETTRIhAIH - BEI K, FBREERC L 5BRENK
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Fig. 1. Two suppressors, supprescins A and B, secreted by pea pathogen Mycosphaerella pinodes. The common moiety, O-glycosyl attached
to the serine (GalNAc-Ser-Ser-Gly), is proposed to be essential for suppressor activity (Kato et al., 1993; Shiraishi et al., 1992).

3T % (Okuet al., 1980; Yamada et al., 1989). =V v X —T
MBIN/-Y Py T, ©9FvEEDSNL, PR-#
VRIE (FFF—EBIOBLI- s —¥) OFEHR
{t. (Yoshioka ef al., 1992b) =, ¥4 F v L xR HHEY
B (RYFHEWE) DR (Yamamoto ef al., 1986) 7o FH
BOBEILENEBRCEEINLD, ZhbowThd
B 7 Uy 3 —OIFET T « BILX 5 (Shiraishi et
al.,1997). Lo L, B L, BERENAEET DY
VoY —iE, V¥, TAXRL vy v EOFEBFER
BELERRT, LA, Frzyrx—LLUTERTS
(Amano et al., 1997; Yoshioka ef al., 1992b). =D X 51T, +
Ty y—OERCIBELBRRENSHD, b)Y
va— kL OBE LOBELUERALRRNZ EnDL, O
fERIE=Y v 2 —DOfEREMN (ZBE) w2500
BT, BEREC X 3 EERE~ OB £
BERLTW5B (BR). Lichi- T, Jones and Dangl (2006)
PRLE 7y 7eTa] wYdcirdhiul, KRTFEIR
BhGF & —~ (PAMP) FEMEOREEREYEMT 57
XERWIT 7 =27 2—Thb, ETS (Effector-triggered
susceptibility) %5 D TH 5.

2. WEMHBRREE(CEAT 5T pE ATPase

Mo AL F—FELLTHOIETT /v 3
vE; (ATP) I, MBS F7ET % H* #aidit: ATPase iZ & »
THIR& N, ZORICPEGEDHCLERL a2 THS

CERREAMOEETHE Ll, FBEDOIS AT,
1995 &, #ifgsEpics T8, HERFREE EHpHBIC
Hh F A v ERM e & O R THISAEE ATPase & 13 LR
% ATP nk 5 fEEME % RiB Ue (Kiba et al., 1995). 45§,
ZDEEEH S BROFEFEICDOWTIRS  OYFgeE M MER
BTH- 1oty TOH, BHEOLRI->THERE. 77—k
Thic. Thbb BH4LE Ly FY3FELE L OMilas
b ATP Ok SRy B O BRYE—RE L, &ty
#H5 & v 7B NTP/NDPase (EC3.6.1.5; NTP diphospho-
hydrolase) TH 5 Z & #HEL LT (Kiba ef al., 2006a).
BRI Lz, AERIREREHARO = Y % —JLET
EEAEL, e 7L o —TEL{EEZIN S (Kawahara
et al., 2003; Kiba et al., 1995). HifaBEFHET 5 ATP ks
BRI, TV RO TRL, ¥3 5, A vyvesda
A HBD O Kibaetal, 1995), HE Ttz 7 + #
ATPase (ecto-ATPase/apyrase) & L CHI5H 1 % Mg /8%
CXBHDTHS.

TV FYBBIRENEE T Y vy —ix, =V Y
(f8=X) OMAEEHFETET 5 ATPase 16 XHET 528, ZE
BE (Fyy, Avyv, £4X) HEHEEL - HidBEE
550 ATPase {EMIR LT, L AT Y v &2 —ORICTER
Lt (Kibaetal, 1995). ZDZ EiY, =¥ FyBEIRE
NEXOMEERBCH B ATPase R L LT 5B T &R
TE L b, ATPase WEERALYRE (KM THEE
G OMBEF AL L HERL T\ % (Shiraishi,
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2013; Shiraishi ef al., 1997, 2005; Toyoda et al., 2011, 2014). =
£, TV FYHERkRoOMME2 ATPase (PsAPY1) DiE# L
Vv & —THEELL, v7 vy r—DMHETELCHES
e (Kawahara ef al., 2003). b, €A viEH#HLicx
V2=t H TV —FHAVERERET v A1 2b,
PsAPY1 iexi$ BfEE %1 bixthEThEi->Tkh, v7
Vo r—i&T5RADOKEIz) v 2 -2 W3 fEEW
Z R & Mt (Kiba et al., 2006b). 3 7c4%, PsAPY1 (%
TRATY v 7BERTHY, REEBERONRMEY & HE
BETH LI L » THUEFESEI AT S h D EELBR
7o, BMUOER L L TEtzleretal. (1999) 1%, FV axQg
MR E O Nod factor fE &2 v 8 7B LTz 8
ATPase ##EHL L, # D&M A Nod factor DFINC X - TH
HMINBIEEREL TS, Tk, BHEOLFAXRLRED
T, BlAREH 505, Y Hk = 7 » Bl ATPase (VsNTPasel)
DAz 2 v o) 7 Bk, RRELT TR OBEMBEHRD
TVva— (75Y=V v, ¥ ADNA) DM > T
EHEALT 5 2 L DVRE T\ 5 (Takahashi et al., 2006).

3. T4 B ATPase [C KX DMRRNAFF T 4 TIN—=R k
RGO Hi

v Ny oDz E ATPase (PsAPY1) %#fl& LT, *
D—RHEEXDTHD L, BEWCEBL TREFES LS
ACR1 ~ 5 (apyrase conserved regions) BB ATy 7 F AL
Ao b DD, FHRIEEEEL v X7 H—RERDbh
HEEHIO N 2 A v RLEBIIFFE L 72\, ACR @ik 232 7 v
v N3V vEE (NTP) 2 v (NDP) oinksffc
b EuE LD E, ATP OIKG %M@ L Tio
v Ry B EBFACHEER L CERIZECINE N Th
N5 EEMEA E LV (Kawahara ef al., 2006; Shiraishi et al.,
2005). SEBE, LMWL OB L -MiasE s v o) 2 By,
ATPase i L AT 5 <14+ F v £ —+ (Kiba et al., 1997)
U7 3 vgEE%E (Toyodaetal., 2012) 2ARHE I iz, i
1%, NADH, p- 7 <A, Mn®t OFEFTO, RAERL,
BEII Vv vERBLLTEr Y v HO0, AT 5
AR TH B, v FynbFAEIcMlaBEx v o2
BaxHAWTimvitro THAXNTARS L, WFhoFEld ) v
X —TEHALTHH, 7 vy 3 — DR THEI W 5 (Kiba
et al., 1997; Toyoda et al., 2012). Blue-Native PAGE 1= X 5 fi#
#r Tk, =27 » 8 ATPase (PsAPY1) 227 § v {LEER
75 & DOffffas R & D 450 ~ 750kDa DEAE AR E LTH
ETHENELE ST W5 (Toyoda et al., 2012). X
bz, 7hvyvnbERTAER ) vORAEY (P R
nwlAIF) MREHOMNERLODOBAXIIET S

L (BRED, 2012), =7 M ATPase T V) o & — L&
SLURREYRMRT D L, HERYERT OGO L
W L CHIfRBE COREISE X BN I TWAH LD EE L
LT3,

NV FF A —XRZIDB O, EREDNTIL, V47
THMCHAOh TR, =V v 2 —FEKED 0, £HIT,
Salicylhydroxamic acid (SHAM), Superoxide dismutase (SOD)
B h & 5 —EREEZMET, X5, NADH inhibitor I-1
(NADH O#EELME) TIRITELTHEI NI L0 b,
7 5 A M oM~ +F v £ —x 1 & 5 NADH Ot
E2d0tEL2bhTW5 (HE D, 2012). %, O
AR - TR BT A BRI Tl &
A, NEHRNLDORAXIAET 5 EEEEWEIH 2T
ARINTWHZ ERELMER - (RIS, 2012). =
%, =7 % ATPase s =¥ (VsNTPasel) OFEH#HHI L
Ty F T, At F X — RN D 0, RN EE
Sh, ARBELLWIERRERC X 2RBELXFL, REER
BRI DH X o51cies (HbH, 2012). FEOMERE, <
7 + B ATPase DfFSEAIPHER NGXT-191 TAE Lic= v F
TRV S THIRDON, TV v x—FEMED O, ERT
OB HBEEE ST ORBANE L < BHE X 7z (Amano ef

¢ Ecto- - RS
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Fig. 2. A proposed model for perceiving pathogen signals,
signaling and regulating defenses in the pea—Mycosphaerella
pinodes interaction. The supprescins from M. pinodes
attenuate O, generation by extracellular peroxidase(s)
(Kiba et al., 1997) and H,0, production by copper amine
oxidase (Toyoda ef al., 2012) in the apoplastic space of the
host cell through the inhibition of ecto-ATPase, eventually
reducing the ability of the host cell to defend itself. M.
pinodes has an additional way to avoid the salicylic acid
(SA)-regulated basal defense of the plant by manipulating
the physiology of host cells, in particular JA-mediated
cellular process(es) to promote disease susceptibility
(Toyoda et al., 2013a, b).
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al,2013). DLEoERz, MREBECRETH =7 v H
ATPase i, fifast<r ¥+ X —YRKFE LI OF LIS
BRYIENBE LR L OARE O EICE LR L,
FEBETEIMECELBEEL TR EERLTWS (Fig.
2). TRLEDFERCEISNT, BEEZEES, =7+ 8
ATPase 1%, #ilaEECOBRRGRE L THOICE ZHE T2
TAR—BETHDEDEZLCE>T W5,

—J, _nFdF o F—LIRF LT O R 2T,
Y a2 —,01~10pM O ADP #HEI w1+ FET
WARE I R, Ik RTE © ADP[BIS ¢L B RAE G4 B A
SE L (HED, 2012). chbofERiy, 7852
R WTATP OimkG B X - THERT 5 ADP H 5 Wit
FofREYHHBN Ry T 4 TA—2 s IEOBG %
PR S A v 7 b LTI TWb BT EEE &R
WL TW5. EFE, EWekWTh, Mlafo7 5=y x
ZVvAF FREER N VARE L OBEYRTHRENHE L
T & TH D (Roux and Steinebrunner, 2007), =i & kAl
BERARP L ORYPCEBENCIGE T HIBETHLZ &
EHDTRTLDTHB.

4. T2 FUEREREICK S MREAIERGEROHIE

TV FYEBRRENEET B 7 vy v — OfEAE# D
W, BREE (=v ¥F7) &% 7 AMEE Medicago truncatula
TN & (Suzuki ef al., 2006; £ H, 2004; Toyoda et al.,
20132), Y+ AEVBOESHRCHESET 2EETHIR
AL TCEEMIIRD 2 ERBE LM & 77 (Ishiga et al.,
2002, 2003; Matsui ef al., 2004; Toyoda et al., 2011, 2013a, b).
ZIT, VryAEVBENLLBEREEL Y vy -
X A oM « BE L ORE I oW TN
R, FEI EETSZY) vx -3y ) FArBFEED
PR10-1 #TEMALT 25, 7 v oy — L DEFETTREZD
TEMEAEAE L S Ifl & uie (Toyodaef al., 2013a). b
BRI, 77Uy ¥ —RFEEOC v AT VBEHYEES
VAADLDLITER R, ERTEV+ A vBENLTYY
FUVBRICARTE LB R Y — RN HEL T3 b0k
Ezbhile. BE, vV FLBERBES T 5 Isochorismate
synthase (ISC) ®EBRIBEFWEHRAF O 1> Th % NPRI
(Nonexpressor of PR1) DEBE#EEI Liz= v ¥ v ETIZ,
BRORE I X 2 EMRNOBARNKIECEN T2 (&
H5, 2013). ThiEed LT, v+ AEVvBOGHES 3
% L&z BB 13-Lipoxygenase (LOX), Allene oxide synthase
(A0S), Allene oxide cyclase (AOC) 7% UNT 12-0x0-PDA reduc-
tase (OPR) ORBIHMBEMAETIZ, 2w rF v X HHES
HRAEEIhL L LD, BRRELA T 2BREIRE

{IETF L7 (Toyodaetal,2013b). %7z, v A€ VDR
REBRTEOR L XN B COIl #/RIB LI M truncatula
Tk, BRRECIARANEL SHEINS Z LRI
s (RER). chboRRE, = v FyBIRER
HRETHY Vv oy b —REEDOY v R VBERYEE L X
APBITHEL, WV FABEKEE OB — R i
HLTWBEWSIEBLRHBSEZFTS. =V FYBRIURER
DV, VEUHFEOBRRCHEERLTHLEIRTED
(Clulow et al., 1991), REEATHAC B} 5 18 O EBERIEIHE
TRARCERET 5 ETER M S L THBETCELTHA D

5. HHRREEM SHERMEI~DOIFREE IR E ORAEEE
(C& - TERELET D IERERE—

TV FYBRRENEET LY 7L o b — DO TEND1
OREEDL 7 +F ATPase TH 5 Z LT CRABRRT X
B, TiY, ATPase DHE L v+ 2= vBEH L= FHEE
DIHERED LS BEELTWBDTHA 5 H ? i, B
513, ATPase DM N eAEFITH B R+ O VBN, 7V »
W — & B M. bruncatula BT HY v A€ VEEE N U
EREEREEE LT A L R L (UAS, 2012). [
BOILEE, RFOVBTAB LIy A XF XFThh
BN, ATPase DRHE L O v 22 vEBE RN LIZERIEZEDTT
EERfMLr0BENDELOEEL LRI, NF OV
OB HEE R TAERAE YW TIRZRET = v & —
FEEDOT7 AT UVF L VERRPPR- 2V RA2E (FF
F—¥EIVPLI- S rhr—L) OFERILEELLHEE
T5ZEETTIRELARLTECWw5 (Yoshioka ef al.,
1990, 19923, b). HL 2:b, HBHHVIERER EXZTE
it, BEALEVTHBEY v RAEVBORNERSYEINX
¥, TROLEERFXERILLTCEEYEL D L5
b TWw5 (Ryan and Pearce, 1998). B TiY, v u A
2 F R F e RLNCERE OB ED b, AR E TR
HWThbrern—2AERTABRELRT CeSA3 VRIBL:
cevl TiX, ¥+ A VEBIBEHCERIHh, THROKRS
BEFHAECEWV A THEREINS Z EPBEI AT
% (Ellis and Turner, 2001). Mz T, Y u A >+ XFDEF4
B rro—- 2 GHEBRHERNYNE TS & covl & RO
FHRAUNBEEIhSL L5 (Blisetal, 2002). Zhbe
35 L, WAL, (LN, DEND D VCIZEREN
BRI »>» THRZRBOBRENMETT5E, BFErrey
ElLTovyrevBEHALCHR EK oEEE:
HEFRFT LML T RBENE L T2 DEELDNBT
BH5. COEZHRIUTE, v FyBRFEEE BX
® ATPase #[RET2WELYEEL, OEFEHLHETS
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ek a0 FIE U CRE X o @By O LB AT O
(e b o7 B8 | IR TVWBEELBZ LNTES.

EHYIC

W OMEERBH B 7 FHl ATPase 0 FE & T 5
BERREREOY 7 vy v —OFRREORITAEL T,
MBS B i 2 e R R - BV AT 2 &L OEEE
OHEZPRECHEL Y 20h B, Dk b, SERE
CHEEBRIhEAD S, BEEHRER#ERL CELEYD
HE L CRREINEN Y RET 2 EDMREORE L, £
DA ETLEFIAT2REEOEMNINERRE L% X
S5l T&E, i, ARH T, =7 T ATPase 2%
BIREDw A2 ~BRIVNEMT, hiiRalT3ER
BELIEE, 2 HRIIMRARANDBERREE BB oW
T, BEO4AE - A{LEMABITERYEC L CERLT
Eie. LLEAD, Z202K8IEKRT 7y 7Ry 7 A
DEG LI Tev. S, BERIGOBEIL « NEIL% F)
5HIREEERRS FoMficme, STFEEEEROA » —
DV IRETYV VIR EOENTERLC, EYHRERD
OB EN BRI OV TEILIELLEIN B & &2k
Lz,

I3

ARFEE, BILAEEYREBEEWREZOLOFEE B
THEDKEWFEORETHS. i, HERRO—IiL
M TBEA I RENERS - HERERBPHNBEOLE
CIX-TERLLLDTHS, CCRELTEHLLW.
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