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Fi1 ) Z4FET D, BHAD DA SN HIIRIRE RO Z LIk 0 AFICRE R BREE
ZFEAOREBTRIBZ, AFICHELEFHICOKREZHHATL2Z L8 TE 5 (Baskin and
Baskin 2014) , IRARIE, FE2EICH L2 BREEN K - TV T H R LARVWVERREEL EH SN D,
IRIRD % A 132 ORHED &, TTERRRIRIR) . TAEBEROIRAR |, T BRAOIRAR ) . T2 RERY A= 81
BRI . T ERAYAEBRROIRIR) D 52D 7 T R4 S5 (Baskin and Baskin 2014), =
D H b, VERAYRIR ) 3R LVE > 2E T AR RERIC LY, FEClILle EoiR%
BV PHTeHERR O IIE ) EMMDRSE TSI DNRT A > THEL, vaA X F A TR EDOER
T4 %, LAXHLR CILHEEY TR 55 (Baskin and Baskin 2014) .

ABRRORIR T, TR 7oV VEBRRORAR . THRRIADZEBREOIRIR ) . RWVEBRRYIRIR) @ 3 o
DY T ATHESND, WRS IWEBKIR ) ZFF O 1%, IRIREDIR TS (BRI
S THFAIRERIRERIPANILRN T 2 2 &3, EHFOFH O EICHE & E 2 RT=7 (Vegis
1964; Baskin and Baskin 2014) , il 2 X, &AM —FEFARIL, FEDNHUN S 41050 BITFF O
PO EIRAREIRE 42 TR 57208 HFEET . BRICE- T%ﬂé‘fﬁ@?ﬂ%f#%ﬁliﬁ‘%?ﬁﬁﬂl\
JER L, 20 FIREEAREIREZ LR 2FKICHEETHZ N TE D, NP Eithai N WiN
I, FE A B S D BKIEFEFE O IREHEIFH O TRRANER f‘i{mf%ﬂﬁ]ét ﬁ%}ﬁi@i 3l
(2R TREFOIREEHEPH MR M A~IER UL £ O FRRIERE S BREDIRFE 2 a2 FRICHEHFT
% Z BT 5 (Baskin and Baskin 2014), Z D X 92, TR OIRIEMEIZRFEOIRE L v
AT DL THRADBNT VD, BPREFOEEINE L ZT MTBWT, @il ABA Bk
EHETHELHIT, GA B EMHIT A Z L CRIEZET LI ENMLNL2 (Toh et
al., 2008; Argyris et al., 2008) . 175l B A Jgkdn U CR 2 & il 3 2 A A 0 Bfg 1 X = < —
HIZEE->TED | FRIHBRADE $£T$§¥@{mr}imf%?ﬁ“ﬁﬂfﬁ"éﬁfﬂﬁ I RHTH 5D,

I NEBLOEMIC L > T, FEEE CREFEOF EERABRTH 5, M OIRIRIX
AN R I DJFIK & 72 1) EF&%@@{EE—F% H7ob L, INHERTOZ I (BEFEF) 13, 77
VI EORETITEME O R AFHE L, T ONESCHER T E b2 67, BE, R AN



DMK T 5 BEOLZEMIG & . [RUEZENI KIS U7 Rt il RE 72 3 AP X NEILE O
MEE 2o TR EMIC & > THERINIR - HEEO A N =X LR 2 2 &3, AHIC
Lo THREBETH D,

R ORIR « FEIFIFEBOBEETE (QTL) k> THI S 2 BEE TH 5, 1K
B & 49~ 2 BB IN I3 22 R A R 2 AW T8 BT Ic L . e A XF AT &I
HELTEL ORMIECRIE SN TE72 (Nonogaki et al., 2014), 7/ LMENTHAF O FIEIC
o T, B HRIRMESCR I E 27 7 ARSI AET 2 ARE R (QTL) 12EH
L7 BARffpT 23 F8 e U, Z29RZE B AR & I TR TUE LI S 72703 o ToARIR - &I D53
FAH=XDDPRENT, I, I LX LA F L X0 MERIKRIRIEDENZ & 72 5 HR
EROJF K&+ & LT Mitogen-activated protein kinase kinase 3 (MKK3)23 A& & v, #iks b
DL T MKK3 AMRIR « FEEEHIET 572 DI EE R RE ZH - TWDH Z &R ENTZ
(Torada et al., 2016; Nakamura et al., 2016) ., MKK3 [ZE AW Tk < ARAE S A7 M0 PN 1 )
RIERKE CTH D MAP X —EH A7 — K (MAPK B A7 — K) KT HR1DO—>Th
%o L L, MKK3 D3EHALISN OREY) DIKRIR « FEFEHIEICBID 5708 5 IR TH Y | £
oo EOXSmy 7z EO XD A TIRIR « Al L TV 5 2MIARHT
»D,

FE ORIRMEI TR EDIREISE S AT DM X >THIEI S NS Z & MAPK B 27— RiZ
X, AR OEREZ AN~ SR 2 2E&EEZ 52 LD, MKK3 241 L7z MAPK 7 A 47—
R#EH (MKK3-MAPK 71 27— R) (%, FEFRHFOHIEICI T DIREZE L £ OEWsE
BRBIIFET DI v v UV TIRAD DO OZ —7 oy FThd EEZ LN, ©
ZCAMIZETIE, MR FDOIREISE 2T 50 F A=A LOAZ BRI & L, ¥EHFO
BEIE Y AT DB D MKK3-MAPK 1 2 47— R ORERER#HT 21T - 72, MKK3-MAPK 7%
R — RO EIEMERIEBEIE A B 62T 270D AR —FARARE LT LI, BT
IR NS e v m A XF AT bkt e UL o3 TR FERIIRAT & AL 2T 2 2 & do
Wi T7 Fe—Fw R L,

FoE ETRFOREREHEICKT S MAPK R r— ROKEE

A XFAFOMKKI LT AF A F AFOMKKS &b mWVAEEZ R 2 L,
YA XX F D MKK3 BERERE R ZERA IR (mkk3) Z HLfE L . UHEEL% OFE 1O F R ds
FBRE, OF VIRIRMEZ R & 2 A, mkk3 BEAKFE - IX5RVRIRMEZ R LTZ, 2D 2
END, MKK3 ITHLFEEEY) CTH D 2 LXK « A L X120 T LI BN 7= EIE 1
TR TH D aA X T AT OWRIR « FEEOHIENZ B D Z L3R S 7z, mkk3 DIFE
B O L BT ORFELZTRI-L 2 A, WT ORI T 38 3E 0 IR #JH A B A A
EHELTHRESTNDZERHLNE R oTz, 2D, u A X F A FEIZBNT,
MKK3 1352 OIRE R 2 Ml 2% B 2 Fi> 2 & 8% 2 541, mkk3 Fl7- O FVRIRME 1T,
REOIREFEANEE T itk o ThEbanz B2 b7,

WIZ, MKK3 Z 5L L, FBEEOHIENCEII 2 MAPKKK OBER L RIEEITo T2, ¥ 1A



X F AFITHNT 80 D MAPKKK 23 [AE &AL TV 5 A (Jonaketal., 2002) . MKK3 & D 4 >
NIEROMEERADNRBINTWZDF, MEKK 77U —{Zg73 57 L—FK 1l
MAPKKK T 7= (Colcombet et al., 2016), 7=, ZiL5H D MAPKKK %41 L7 MAPK 7
A — R OWEMEIL MAPKKK DR BLHIHH & AHEE 35 2 & 3 /R &L T/ (Danquah et al.,
2015; Sozen et al., 2020) , =+ Z T, FEFIZBIT D MAPKKK ORB 2~ 77 LA T
WZ A L PCRICK - TINRIZE Z A FEFEFEDTEF TiE MAPKKK19 & MAPKKK20 ™%
BINTHE S, B OFE 2333 L722WEIR  (26~28 °C) <0, H%AFE T O E Eik
PREZZIT 550 (34 °C) Tid, BEDBMIMEISND Z L&A L7, MAPKKK19 &
MAPKKK20 OF§REN Kioiu 7z “HA IR (mapkkk19/20) Z HEE L, FEOIRESNE % 7
R & T A HRFE T TiE mkk3 & [FRIRE, FEEFRTREZRIBEHPHA IR E > TV D Z L H )
Lleolz, I HIT, MAPKKK20 i FIFEEFE - Cld, FEIFrRERIRERIPANIER Lz, Lz
Do T, FEEOIRELOSMEDHIEICIZ, MAPKKK19 & MAPKKK20 MSHEEREM) 72 BB 2 Ff 5 |
FEEOIRIERAZ MR T D& 25 52 bz, £7-. MAPKKK19 & MAPKKK20 D%
BUIRIRME L BRBEE ORI X D8 A= 1F 5 Z &6 MKK3-MAPK 1 27— ROTEMEAL
ZIXons 2 SOBBFORBAFHENEE THL EEZ LN, —F, RABEZOHE T
L R OREGERE TRELNHIE S D MAPKKK21 % & te = 28 BAATE - (mapkkk19/20/21)
T, P 7e BRI ENRD BTz, T D72 BB OFE - DR O IR LG O 21,
TSR B W CTHAE 123 BT 5 MAPKKK & . MKK3-MAPK 71 A 47— R OTEMEHIENC
FEHETDHEEBEZ LI,

voaA XFRAFF ) AZiE e ED 20 D MPK RRIESNTEY, 7 2/ EBEEYIOF
FPEL Y | Clade-A~D D 4 DD 7 )L—FIZ3 ST % (Ichimuraetal., 2002) , 2D 9
H. MKK3 £ DU Vb L~ L TOMAERDPIEIC RSN THD DX, C 7 /1—7 MPK
2B % MPK1, MPK2, MPK7, MPK14 T % (Takahashi et al., 2007, 2011; Danquah et al.,
2015; Doczi et al., 2007) , ZH 5 C Zv—7 MPK BNFEHICHE DD Z L 2 WEET 572912,
MPK O —3 L OS EAL BRZ HEEL | FEFEOMWE SO 2 RNT LT, B85 7 OEE
LI RARD 5 B mpk7 DBBRLRFHFE LIC WRE AR LT, £7-. mpk7 2 &L B
FAFE 13, REVER ORE B X OBARE 2BV T, mpk7 Fi X 0 & & 5 ICHFEARER
IBEFIFHASAKE > T D Z ERR M SN, —F, MPKT IZEEZ R 720 mpkl/2/14 =
I HLRRE I XA L IRIE R IR E 2R LT, L7235 T, MKK3-MAPK 71 A /7 —
NIz Xk B FIFEDIRFERSIEDHIFNZIEZ C ZL—7D 4 50 MPK @ 9 5 MPKT 73 32| 2 {8)
& HIFFRERIRERA MR T O R T LB b,

MKK3-MAPK 71 A 7 — R OTEMEAFEIEO IR SO U THIE S5 2 & &b
IZHREET 5720, MPKT O U ER{LTEMEZ IR & L, IRERIRAE & WoKIREE D R 2 50~ 72,
TR TR L 2RI & 5 B AR O 1% 30V Tk, Wk # 3 IR & 12~24 I 1T MPKY
DIEVEALDSFR D B ATz, — 05 IRIRPEZ 7R3 RCBVEL R OFE - Tl T D ¥ A I U 7 THIE
PEALNERD B VT, @IRIC L D38 IFEFAE 2 52 1) T % 2R 7 Cld, Wkt 12~24 B§fE > MPK7
TEERHE L TV, F2, ZOIEMHED % — 1%, MAPKKK19 & MAPKKK20 O3 810



WRE— E—F LT\, 512, MAPKKK & %\ id MKK3 OFEREEEIS MPKT O U i
LIEMEC 5- 2 DB A= & 2 A, mkk3 B LT mapkkk19/20 fE+ Cld, MPK7 OiE AL
DIFEAERD BN T2, 2 DT MKK3-MAPK 7 2 47— FiZ MAPKKK19/20-MKK3-
MPK1/2/7/14 |2 & 0 % X dv, 2 OTE PRI - OIRIRIRRE 2K AE L 72 IR IC & % MAPKKK19
& MAPKKK20 O3 BLHIEI 2/ L CHIE X5 2 & T, R FEOREINEICEE a5 %
RELTWb EEZ LN,

FEFFE I ORI W T, WoKFF O miRITFEF IRV E L ThH D7 72 v U (ABA)
WNAEEZ mED, BEFEIMEH OV Y v (GA) BRAEIIHIT 2 Z &I K0 FEFE A2 Ml
% (Tohetal., 2008; Argyrisetal., 2008) . MAPK 77 24— K7 ABA <° GA |2 L 5 il 252
% ATREVE W 5 720, ABA KR EKSS ABA £/ RILER (71D RY) ZRVR
BURNT 24T > 72 & T 5 MAPKKK19 35 X Y MAPKKK20 DR BLIR K FIZHTi - I SN 5
ABA I K DB 722 E R STz, £ 72 GA RIAZBARZ W TR BN 6 |
MAPKKK19 35 & OY MAPKKK20 O BLIE GA IC L DB EZ /W2 LAVRENT, 207
B, MAPKKK19 £ L T MAPKKK20 O3 ELIZ ABA X° GA |2 X » THEHEMIZHIE I 5D T
1372 <. RAMOBIEFRARERK S B 7LV HIHSS E B2 b,

MAPK 77 27— K75 ABA & GA ORFNZBID 5 rTREMEZ a2 72, MAPKKK20 i
RS ERIATE A 2 T BT 21T > 72, ABA B DOEEHE 2415 NCED 22— K15
BRT D95, NCED2, 5, 9 IXmIRMHESM: CHELN LA L, BFEMELLT-5T ABAH
F 28 < (Toh et al., 2008) , F7-. ABA 4fiff % =— K3 5 CYP707AL, CYP707A2,
CYP707A3 DI HTFE i T S i D ABA R Z /1 L CRFFHEIZME < (Kushiro
etal., 2004; Okamoto et al., 2006) , MAPKKK20 i BT ¢l BAERFE LY 1 ABA
AR IB R 7 (NCED2, 5,9) ORSBLANH] X 41, ABA i filtsEiE{s 1 (CYP707AL, A2, A3)
DIBNFEINT-, LR -> T, MAPK 51 24— Rid ABA Sk 2 8 L. 2 A e
52 LIZRDFETD ABA LNV A S, BHARET D LB R LI,

GA DAL OHHELE 2 5 GA 3-fblfE %2 = — R 95 GA3oxl & GA30x2 DFEHLIT
KL > THE S, BIRICE Y IH &S5 (Toyomasu et al., 1998; Yamaguchi et al., 1998;
Yamauchi et al., 2004; Toh etal., 2008) , MAPKKK20 i# |3 B {AFE T, GA3ox1l & GA30x2
OIBENFARFE L0 Em<FEI N, Lz -> T, MAPK 1 27— RIZ ABA L~L
ERAOSED L L BHIC, GAGKEREORIAFET L LICLD, FiD GA L-ULEH
MEE, BEALRET D EEZ LT, KRBT DMERREO KT, BET LY

FELTAFLTWS (Otanietal. 2024),

EoE EIFEORBEISELZHIET 5 MKK3-MAPK I 27— KDY VERLAEH) &Z o /R 2
BDOBRFR

BoEE D EEHIEICE D D MKK3-MAPK 1 A 77— RIS B 20\ 72~ 728, 20D
AT —=RINEDL O RE NI B =7y Me L, BIFEFIENICED 2 0NIAHTH 5,
U VBRI 2 R B OBRBFEITY VBT e T A I VA e T A T LA | BERE



VAT Yy R (Y2H) A7 V== TR EBRHNLND, 2 ThH, U U7 F R
BefEE & miRiA 7 v~ N5 T 4 —-2 T NEEGHT (LC-MSIMS) IZ L D E&EY =2 v b
Aor7TashI s ARG EERY Vb7 uT 4 7 AFRIR, V7T vimER
AW T 2N 7Y — L Thd, MBI LHER) VLT e T4 I 7 2AFEZHW
Te s 7 F IARERBE OBFFEI., B-CME 0B & i U ClENLE & o TV ey, BESHT
FENTEAINT PV BB b_ 7T RIRMEEIN O BIZ L D FFEITHESR L TS (Mergner et al.,
2020; Subba and Prasad, 2021; Yamashita and Umezawa, 2022) ,

MKK3-MAPK 71 27— RIZ X o> TY VEEBFIE S D & —7 > N Z R0 8 (BRI
H) BB L., OB 21T 5 720, BAER L mkk3 fli 0 U Vb7 v 7 A — L& iR
Mrlvz, ZORER, R, ok 3RFEB L O 24 FEE#% O+ b 2K T 152 D U v
i X7, 1,884 DY VLT TF RHRFEE SNz, FAER L mkk3 FEFI2B1T 5
U U7 0T A — N E LRT T 5 72 SR L R BRI TV VR OFEEED 2 fi5LL
FREBIZERRDIXTF RE@E LI A, AR T2 AT SNz, 2D 5 H, MKK3
FoTY UL ENT=_TF R, T72bb, mkk3 7+ TV VL L AU RFRICIK T L2
CHW ENTTF REUFERHL, 2D TF RERFOTLREO ¥ > /37 E % MKK3-
MAPK # A7 — RO FTY Vb z= T 26M e Lic, 20U U g & o X7 Bt
\Z 2T, Geneontology (GO) fE#TZ21T-7-& 2 A, ABAILERB LR KL RINEIZE D
% GO ZFF OB F 1A EICIEME ST\ e, £z, fpifi 1 & WK OFfE Tk, RNA
DORHOTIR 2 £ IR 5% OB T HBUIED S GO R oA F 03 M S v T, it
FEIEITRW T, WKFI O RNA R3] - FlRRISEE 2 &E 2oL B2 5T 5 (Bewley,
1997), Z D78, MKK3-MAPK 71 2/ — RIFFE MR D% (12~24 K§fElf:) 7217 T2z
<L FEFBBOYN@ < & R BEDY bz LT, BEOHRENCEAD D LEZ B
7o

MKK3-MAPK 51 27— RO U Vgl & 7B D 5 5, —i%7e MPK @ U gk
2 —7y NEF—T7ThDSITP BV Vb S, BEEO MPK #54EF— 7 (D-site : [K/R]s-
3-(X)16-([L/NV]-X-[LNN] (-X-[LNWNV]) , X IFAEEDOT X Wik ks) ZFFo4 "7 81331
Tholz, TDIH, 16 FOK LRI Bk a— N9 58 {n 1 OFSRETL I JEIRAS BLIR % Wi
L. INHEEZOFREFORFELMT LIl 2 A, BELFET LWL L OB +%2 3, %
FEMGT 2@ 2R OB T2 2 LM L2, MKK3 3R 2558 T 21ER 2 FFo7 o,
R HFET HH X 2EO X 37 H 1T MKK3-MAPK 1 27— RIZ X » TiEM b S, %
FREMFEHZ R T LB N, — . BHFELIHT2@E 2FHo% /7 EHIL MKK3-
MAPK 71 25— RIZ Ko TRIEL S, BELZIGIT2EHEZ RS &2 b7, £2, %
FICHEHG TV VBbZ N ED D B 3FEII MRNA RS G X v N HEha— N L, #5514
@ mRNA OHIfEl (RNA O, FIERZ2 L) 1Tl D Z ERRB I T e, Lizdi> T,
MKK3-MAPK 1 A — Rid, EG%OFEEGE 7 0t X o5 7 N7 ED Y Uik
ML CHRFELZHIET D ATREMENE 2 S iz, 2B DX R B3, FEERIC C 7 v—7 MPK
EFEAEHLTY VLA SNDDNIAHTH D, £7o, WAKDEZW T MKK3-MAPK 77 A



T—=RZEoTY UVBILSNDZ N7 EBRAETHY , AHBHALNITTNEREL S
X TWD,

FNE FEFRFORELEHEICKT MY v BLEER OB

¥ FClE, MKK3-MAPK 7 2 /7 — Fi% ABA OBAJHIENCRIH 5 & & bic, BEDIRE
FHPHOHIMEIZEAD D Z & ZoRr L7223, ABA [EHASEREE & OBHEIZI A Th 5, ABA fHil
RERIRICBNT, Z—7 APP2C 77 I U —IZBT 5 9FDOMLY e k%R L ABA 1E
FAoOADOHBEIKRFE LTEH Z &8 E b TW5 (Yoshida et al., 2006; Robert et al., 2006;
Wong et al., 2019; Bhaskara et al., 2019; Nishimura et al., 2004), ABI1 %7 7 7 I U —® 4 D
PP2C 35 X OV AHG3 1%, ABA FE777E T subclass 111 SnRK2 Z il U b2 Z L2k,
ABA TEHI & #1195, ABA D36 L7z ABA K, PYRIPYL/RCARs [Z Z 4L H d PP2C &
FEE L. TOBY UEALIETEZ T 5 (Umezawa et al., 2009; Antoni et al., 2013) , — 5.,
AHG3 %[k < AHGL ¥ 77 7 X U —® PP2C (X, ABA {77172 ABA ZFIK & OFEE DGR
B, ZOH, AHGL Y777 I U—@OPP2C X ABIL Y77 7 I U — L (382 5l
%I LT ABA DERAZHIEIL T\ D Z EAVRIBEI LTV (Nishimura et al., 2018) , #x
. AHGL & AHG3 2MAHRD~ 2 # — iR 1 Td % DOGL-~LEA KR EHEERTH Z
&N S, DOGL 1% ABA Z 5K & I3MATIZ PP2C fEMEAHIHI L, ABA OTERZ D 5
Z AR E Tz (Nishimuraetal., 2018; Neeetal., 2017), L2>L. Zius PP2C ik V o Fe{bi
FREDORFELOSHEIZ TG T 5008 9 DT STV,

% 2T, ABA DfFMinEZAITHIET 25 9 Flid PP2C T U RVl 3R OIS RETE AR
K% AW CRIEOIRESIEE T LT L 25, AEVER OFE O F IR TOFRFEME, > F
DARIRMEIZIX, DOGL IZ & % PP2C VEME DM 28 FH etk Bl A Fpo L Hlr Sz, —77, 1%
RFE 12361 2 Eilids L OMRIR S CORFEMHNTIZ, ABA & DOGL OWMHE T L 5l )
B< L& 2 b, MKK3-MAPK 5 A7 — R OiEMAL 2 i+ 2 0l U B bBssE o) & 13,
BREIZIG U CHF L B ICHIE T 2 ECEERER 2RO LHN SN D, 4%, PP2C &
MKK-MAPK 71 27— ROB#EZ B G029 5 Z L1 L0 | IRIRMEOHIE, IREIC X 5%
FIEI DA T3 = X LXK REC IR D L EZ TV D,

FhE KREEE

AHFFETIE, FERFEOIRERISMHEOHIEIZIL, MKK3-MAPK 7 A /7 — RIS B2 /e
BB ZFFOZ LA DN L, FRIC, IRE & BAADTERD. MAPKKK OFHLA i3 %
Z LIZK Y MKK3-MAPK 71 20— RIEPEZHIE L, SEFEOHRIEICED Z L2602l
ZEIE, REREBETH D, F£72. MKK3-MAPK A7 — RIZ k> TV b HIE S
DB XY B A MR IRAT U ORI ORR TR AR TR BUHIENIC & X7 B Y 1L
DOFEAE E | FFICHERER 2RO L R LT, 207, 51%I1F MKK3-MAPK
AT — RO bR E T LT VR BRI SN D Z NI BEERR L, S6IC
ORI T2 2 L1k, VUMb A — RIZ K DIREEITISE U 7o 56 24



DT A= ALERA LI EEZ T D, MKK3-MAPK 51 27— RIZRIEZ DO H DI
XZETIEZR VDY, ARHR & FEZFE O HIENC B2 5B 2 R0 72 | (EM T ORISR I,
HEWEOUEL B L LI FEEOEER Y —5 Y MIRDHThA I, AFROME
RS BT LN DEED, KUEEBEN KRG LI FE 3 IFEOHIE & EMAEIC T 5 T5H6 2 & &
MFL TS,

T

AUFFEDZATICH T2V . L FICRTEL D% OIS - #HB HZ2TEE £ L7, 18 < i
W= LET,
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