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A comprehensive survey and prospect of molecular genetic
approaches to understand regulatory mechanism of seed dormancy
and germination

Masahiko OTANI! and Naoto KAWAKAMI!L2*

Abstract

Seed dormancy is an adaptive trait that allows plants to survive unfavorable seasons as stress tolerant seeds.
It also enables the seeds to germinate in the season suitable for vegetative and reproductive growth of the
plants. Seed dormancy is an important agronomic trait for crop species similar to that in wild species. Shallow
dormancy leads to pre-harvest sprouting of immature seeds and greatly reduces the quality and yield. Deep
dormancy of mature seeds increases variation in germination timing resulting in a reduction in production
efficiency. Molecular genetic approaches, such as mutation mapping and quantitative trait loci (QTL) analysis,
have been applied to understand the molecular mechanism of seed dormancy/germination, and to develop
molecular markers for crop breeding. Recent advances in the whole-genome sequence analysis with next
generation sequencers speed up gene identification from induced mutations and natural variations in model
and cultivated plants. In this review, we survey recent progress in gene identification and QTL analysis tech-
nologies that have been applied in seed dormancy/germination studies toward the future development of basic
science and crop production technologies adapted to global climate change.
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1. BFHRROEMFHE

T RRFET HFEME, TOBRORRICKE P&
T5, 7o& 2, X FATROBEFIIHEICRED
LEAINAD, HIZROA RV AREELE ST O
RETEROBZ, RICHRFTH, LB —FAEREKLE
SCHL, BLAECHICHEFLTLED &, KEME
DBERETHIEL 720, AR DRI K & < B
L7220, ERICEDIEMDBARRIC 57, TR
H7u o TLED LD F A—VUnH 5 (Figure
Do =77, BREROGIRS H R EOREIIHLL
TWae®d, BTREFZOLOLVD LD, FFHE
DRRACHE L /BB CRIES AN %o,

KRR &%, EFL TOBET2, BFICHT LK -
E - B & P> TOTHRIFL 7\ WAFIREET

August, 2016

5o BrMICAET T 2T, KIRZ R/
W EEAE T SRR e Hed 5 (Baskin and
Baskin, 2014), —75, #HWA LD L UEMET B
BHWIEBEREBA L 7o RlEmw i, IRIRZFE o T
wEELE T AMEPHEOEI G A& h, TDOT LT, H
WHCOTLEF IR, @i TEHZEICZL
WERBETld, B IRIROH B3 #E IS L ThH %
0, FEEOZALHD IR TIIKIRA FE> Z L2534 RE
BINCEFITH A Z L wmg L T\ 5,

KR, FRSREDPKE@ SN EIC k- TE
U % [HIRIR ], OB AR 2 (REY
ThAHZETELS PEIKIE], HEHHLVE/ &
EOLIERRERTAEL % TAEBRPKIE] ICKE< 5
Hah, WREIIKIR) bR 7RI AEFIIRIR 2 7R3
[TREAEFERYIRIR ), PRERYIRIR > & T O 7o+ AV EFE

July, 2018

Figure 1 High temperature damage to vegetative and reproductive growth of winter-annual accessions of Arabidopsis
The seeds of winter-annual accessions of Arabidopsis thaliana were sown in spring and grown in the net house in Ikuta cam-
pus, Meiji University, Kawasaki, Japan. Vegetative growth of the left accession was severely damaged in summer, and the
seedlings were died before bolting. The right accession showed bolting even in summer, but set infertile flowers.
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HWhRRZ 3 THAEKIR] 350HIhTw5
(Baskin and Baskin, 2014), 25 b, EFRAYKIES
RIROE G RELELS, FHICHONE% D
B, B, #EOETIAERNKIRE O, A2
s, HERICHEET SETOFMIEIFEIC L > T
Rz HH, BAH—EMME, EE/RETHET S, C
Nh THAMET | LS, BT ORIRIE—SKICK
PNAHOTIEELS, YOS BEBRETLIRFLEVIK
D, BFETEHEREEMN O, BE, 6, B%E
) OWWPEEITIANY, FRIRRECES, O
21T, BALFRMTERF T HD, MMOFKMETIEFRET
L7 \WIRRE % SR BIIRIR &0 5, &7z, BHED LA
SNICEROMF AR ORIRT [ —RIKIR ], —&IR
RAME T L 72RICHE S NS IKIRE T kIRIR | &0
5o BEFICH > ThEFIT LM TOO L, AR
RIRZ FEOfET D% < 1F, —KE/ERIKIR— Sk
HIRIE > FERIR— SRR > —RARIR DY A 7 L %
1 BRI TR VR4 (Baskin and Baskin, 2014),
T, KIRIZED XS 7%y T AN ALTHIES 1
HDIED D e T OBMITNIEE « 7055 F-ARFH 75 1
MR P EELERY R/ L TR0, 7/ AETH
BLUOZORAFEMOMEBICH > TRE AL, K
RahTnb, £CT, &k KRR - BFOHT
AN Z A LDIROBUR % 55 F IR F I FEOLE &
EBICE L B et ThLRE, R CldAERIRIR
RO O—WIRIR A, HIC [RIR] &KL T 5,

2. RAZERMEBAVIHAKIER - ZFHEHO
B FBIEFRIET

IKIR % I 3 5 8 EF ORI, 19904 EH1 5
VA XFAF T IVIEY) L L ISREFHIRTIC X
DNEEAICfTTHb N T& 7, EMS (Ethyl Methane Sul-
fonate) CHSER7: & & AV CABRINC AL R A5
T SRR WL, IR IR O TR
THD, RIRCFRIFICHRE & b Dbk« 728 SN B
N7z (Koornneef et al., 1982a; McCarty ef al., 1991;
Meinke et al., 1994; Leon-Kloosterziel et al., 1996;
Peeters et al., 2002; Tamura et al., 2006),

77/ (ABA) LRV YV (GA) 3T

FH w5 EEEYTRVE Y Th b, ABA S
MR EOER, WERMEOES, KIROES -
HeFr L REMHFNCTH < DIk L, GAIFETOFRE L
IRIRATHE, RFFHICH<, £/, BFICBNT
ABA ¥ GA BFHUICHER T 5 2 LA X <HmbNT
Wh, TO7, MWTIVE Y OMEIEHE % EFET 5
CLmHAMELT, BYRF ML 20 FRIETRY
M AR S Nz, Pz, a4 X+ A5 ABA
IRIBZERAE R, abal-1 13 GA RIBEREROY T
v —ZHE Y U CHBES N (Koornneef ef al., 1982b;
Karssen et al., 1983), [EU < ABA RIBFEREED
aba2 5 LU aba3 1%, GA &RHEFIFA T TRFET
HRERERMKAZ Y-V 7K DB
(Leon-Kloosterziel et al., 1996), Z D &1, it
ABA ¥ GA OWHENPFAEL I WRETERF T 5
&, ABADOTEZ M2 THRHF T 51213 GA P ILExR
C &, GADIFR %M 2 THRF =i+ %1213 ABA
DB TH L LR T\ 5D,
KIRMEOIE P 2R ICH s N2y a f XF AT D
reduced dormancy (rdo) Jefft (rdol, rdo2, rdo3, rdo4)
i, W d ABA OPA R R I WIRE R SR
BOOLNIZNT D, ABA IR RHR A 4
TAHBEBFICAERZFF > LE 2 517 (Leon-
Kloosterziel et al., 1996; Peeters et al., 2002), ZHE
EFBEORIEICI, M RLLEEHNy 7757
FafFORM LR L TH O/ F £B% v, 4
Fx—A—m B /cHlEET (o V7)) BT,
rdo |3 AR A B RIF & L, Ler 2w #kt & L T15
BN/ & D, Col-0 Rt & AR L 72~ v BV 7 H
TN, rdo3 13 1 FYEUL, rdo2, rdod 13 2 THEUR,
rdol 33 H/WROFKICHERT H T LR R SN
(Figure 2; Peeters ef al., 2002), 2000523 2 A4 X
FRAF 0Ly ) LARFIDEHE S (Arabidopsis  Ge-
nome Initiative, 2000), HF<—h—xmH\/ =< v
V7 LR RETHERE 5127k > T2 b Bb
59, rdo2, rdo3, rdod O )FKBEIZF DRIEICE T 5
WA 2007 FLIETH D, rdol DR FELRFIIBLAE
THREESN TRV, Yy EVTPEORETRE
IR 2 22 L7 BERO—21F, FfHIC A5 54K
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Figure 2 Location of dormancy and germination-related genes on Arabidopsis chromosomes
Genes highlighted with gray background were identified by QTL analysis or GWAS in Arabidopsis. Genes with black back-
ground are Arabidopsis orthologues which were originally identified from QTLs of cereal species. Other genes were identi-
fied from Arabidopsis mutant analyses except for RDOI. The chromosome map was created using the Chromosome Map

Tool of TAIR (https://www.arabidopsis.org/index.jsp).

IRMEDOBREROFAETDH S, 2F D, F AT
SR ORI ICERA & 72 b T BREREL T O
R ERRERBET OMROWM ST HENL720, 18
BFaRGgE Licxy EV I Bk h-TctFE 2
bib, RDO%EEELT, ~v 7 A5 73R
O Soppe i+ D7)V — 7 Tid, HRAE@EET R
(NIL: Near isogenic line; Keurentjes ef al., 2007) &
rdo T % C LIC KD HRERELE T ORE TR
&, RDODRFEICHH L T5b, I THWzNIL
i3, Ler & Cvi OZFL TR O N/ Fo il Ler # R L A2
ML, BtafkoKiH 75 Ler T, g OYtfkD—iH
2 CViICE E D> T b, DO XDIT, IRIRDOZEA
BER< VT3, TAFEST HEBOBRERICK

DR S 72D C E PRI TH - 72, BIETIE T O
R I [BIBE S 2 FEAEIN TS (56
£ M), %%, RDO4(: HISTONE MONOUBI-
QUITINATION 1(HUBI), RDO2 % TRANSCRIP-
TION ELONGATION FACTOR II (TFIIS), RDO3
{3 ETHYLENE RESPONSE 1 (ETRI) Th5Cl &
RSN, Z7AXFVIUETYV/ZRIF VR
OB 5 C LRI T % (Liuetal., 2007,
2011; Li et al., 2019),
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3. 204 XF+XFTDEFRKRIRICEHZEH
B FE (QTL; quantitative trait loci)
DREE

HARZ S DNA 8 - B O I 20 B RBA#7%
FICEDBRUICAELZLOTHD, BRBRICES
HISEICT G5 EE 2 ON5, FTORIRIZEE
DBIET YT 5BV ETH D, F—MENICES
NLMEFIRIRO RIS, BARERICHEKRT S5O
QTL 3B 5-9 5 L& 2 b T& /o, HLLHE
E, BRENCEELIVEDO S K ZEMNME TH 5,
QTL @t Tid, WEICEL D HB (M%) kL
Tz F £HR MR 2 AR (RIL) 2 F0k &
L, DNA ~—7 —OERI % Je ik 4 0 Tt 7% <
BN, GEEA LT D SR T B S SR ISR
T %, PCREDOFELUFNCIL, HIPLER TUKL /-
7/ x DNA QWi &) BEEEFLSI O % B 2 i 4 %
RFLP (restriction fragment length polymorphism)
DT —A—" AW QTL <~ v BV 7 23 ThH
NT&EI, F, 7/ LOEEERTIPES PCR &
B E R ALY S T OBHIEE OBHFEIC L 0,
FOKEDG =N —HEIRBEICEHED,
QTL S DOEEFHEESRE L7 > T b, Y HA
A F X F D Ler & Col-0, Ler & Cvi DAZELHH %
WTSERT T, IRIR - FEEFICBEH 5 QTL A& To Y
otk FICEBRH S C\w% (van Der Schaar et al.,
1997; Alonso-Blanco ef al., 2003), {RIRDHR X 73 B 7%
HLler Cvim W\ 72QTL# # T &, DOG
(DELAY OF GERMINATION) taftironrz7
20 QTL fEik 2 R S 17z (Alonso-Blanco et al.,
2003), iz, HEMEOECLREOMAGHEDE
W HHT A ik, BfE, L L2000
QTL (DOG) MEEINT\W5S (Alonso-Blanco et
al., 2003; Laserna ef al., 2008; Bentsink ef al., 2010),

bHERAARD T RICEEIFE S 5 DOGI %, LAy
QTL @##ric X v, KRIRICwbm < HF5 4% QTL &
LCRIESN, KIRAESDLEE R OBIETELT
F&E & N7 (Figure 2, Alonso-Blanco et al., 2003;
Bentsink et al., 2006), {KIRZFF/-72\ ABA KIE%

RAERME T TIE, DOGI DFBITHAT LV EFH W
(Nakabayashi et al., 2012), —7J7, DOGI DFFETER
BRMAFEFICI\W T, ABA 53R FEIE T OREEEE
RAEFITED ABAVAERAZEINSE TS, (KIRMED
EELEV, COZ &6, EFORKRERICE
ABA & DOGI DiZENNETHH EEZ LN TV
%o F7z, DOGL % v /N7 B OEREIIIKIROHR S
LIEOHBIRARICH D, BT S FRADOZE(LIC K
DAREMA LS NS & 2 Bh/e (Nakabayashi ef al.,
2012), DOGI1 D5y FHREIZR S S RBI T - 7278,
i3 DOGL (3 ABA iz O A O FIIN F % i
Wik 5 X2k, ABAFHAZEDHZ EHHL
Mz 7z (Nee et al., 2017; Nishimura et al., 2018),
DOG1 DREREICIE, VAR V)UK I A AE T
52O00OHSEEICANLADEETHLENRD D
(Nishimura et al., 2018), “ADEE L 72 DOG1-
LEEHIT PP2C IO ) v/ RLE 3R T 5 AHGL,
AHG3 ¢ # & L AHGL, AHG3 D e 558 5,
AHG3 |3 ABA & 1912, AHGI 13 ABA SEIRFHYIC
ABA Of5#frEE AICHIM S 45 L5, DOGlI-
LB EEITABA L3 —# M L 2o R AL T
ABA D% @b 5 EE 2 HNTW5S (Nee et al,
2017; Nishimura ef al., 2018), = 512, DOG1 OfEA
FWAAOEREERIC L O FI SN 5 Z LRSS N T
5o 82 Hi TN L 72 RDO4/HUBI & RDO2/TFIIS
I3 DOG1 DI EARRIZ#) %, RDO3/ETRIZTF L
v DEREEREE % A L T DOGL O RBL7% il 3 %
CEnb, DOGIEZTY Y « *7 ¢ v 7 s, T
FLUV/ICEAHEAEZT S ERRBEEINTWS
(Liu et al., 2007, 2011; Li ef al., 2019), X 5IiZ,
DOGI OFHLE LB E OZACITH S KIROIR S &
HEPRONSZ &6, DOGI OFRBLITREIC X
Lz 20, FEHOFEREICEE Ll & 2 fFow]
fetk i E 2 s (Footitt ef al., 2020),

fi> DOG OIFHRE T OFREICEE 3 % i3 b7
W7p, Xiang 6 (2016) |3 DOGISD R & fnF 73
RDO5 TH A Z & #RL 7=, RDO53 PP2C R D
DVBLEFR 7 7 SV —D 12T, B VEMLiGEHE
R A ) VIR L Xy B a—F L Tw 5
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(Amiguet-Vercher et al., 2015), RDO5 i DOG1 &
TEH %55 2R FF> 4 OO, ABA X DOG1 O
F7a iy E#EE LS ARSI NTED,
RDO5 78 & D X 21 L TIKIKR % 5 9 5 2013 RB T
»5 (Xiang et al., 2014), #%F, Song H (2021,
preprint) (3 DOG6 DJFEFELRF A7 )L 31— ADIEH
EERRICHIE SN, ABA OFERZIH+ 25 H
AT Ha—F4+ %5 ANACO60 (Yuetal., 2020; Li ef
al., 2014) Th % Z L w7z, 5k, S5 DOG
DIFRBETFHFEES NS T LI2XD, KIR - FHFD
I A 7 = X LOBRD S HICHE 5H EHIRET 5,

4. EEFTOMRKIR - #F(CEH D QTL OfF
r

EAEEICI T, RFOZA IV 7 ORLO &
FEZOEF—TRBRERHT 570, 5] & REOH
FElR LT HIEEAHEZIINS &, ERL K& <
KRR 5, MIC, F—mRHF OB E 2O
R (EF%) 3, BREEHOFHZEML, &%
WOd Lo B, BREVELL TEETH
%o NENEFAMEY) % B E5 L (domestication) %
BT, —HFICRFL, fil- TRETSH, 20K
MR 2355\ SR, AR 2 WIS R I E I S
N, M L TESEL C&EE2b6Nn% (Ladizin-
sky, 1998 ), — J5, W HERT O F& HF (pre-harvest
sprouting, FHFEH) 3, ETOME L EICK E 7k
FA=V% 52, FICBHETRBEROMNEZKRELS
b &% % (Cota-Sanchez and Abreu, 2007; Gao et al.,
2013; Hugo Cota-Sanchez, 2018), HEEIC W T,
INERTIC RS L /o3t 3 5 LEATL £ - 72
D, REEMETLTLED 20, MBEEL> T
Ho ALF, AALF, FUERaY, L FiREOF
ORI, BRI LR <HPEL TH D,
Rdm, {REE, KR, TEOSEFRB) kL OBREER
DO BH %)% (Fang and Chu, 2008), %A A
(Ahmad et al, 2014), F=<F (Santos and
Yamaguchi, 1979), /334 (Saran et al., 2014),
7RO Ay (Ochi and Tto, 2012) b g7 &V
(N’Gaza et al., 2019) 7z ¥ OFiFHE (RENORKESR

HTI3& - 15 (2024)

FLafezbhnsn) 13, FICHREORYE TRIBIC k-
TWB72, FEENLAE > HEROAHPAEA TEH
¥, BEWER & EREERNOBE AP SN T
\» (Ochi and Ito, 2012), fETOFRIFITLHROEHIC
KVET T L0, BFEOT L ATBIKERLR) HHELT
L T\w5% (Bewley, 1997), CD7z®, B EDOF
I (WIROZENL) PR SN2 Th, RO
TRIBMEO A FESI NS, LIh-T, K
IR - BEOHF AN = A LRI B\ T
LEETHY, HICDNAX——FfEiz—>DHR
LT, BMRFNERE O~ v UV 7 BRI b
ATITON T %,

B AN & RER, (ERECZ OIHBAEIC SV Th,
HEFOKIR - BFICBED 5 BRERNEREL T\ 5,
QTL @ HTIC K % IKHR - 625 B OB AR T B O TR R
i, BICHEFMEVEZEE T 572005 F~—
AN—OFREHIE LT, BEZIILDELEHT
ThbhTwb, CTNETIC, A X TEPERLSED
165, T AFTIE66, F A ALFTII24, VIV LTI
6 DOKIRESHE QTL A RHE ST % (Gong ef al.,
2014; Cantoro ef al., 2016; Mizuno ef al., 2018; Tai et
al., 2021), D QTL M5, ABA, GA O4
ERCHEREZECEDARTFR, YA XFATFOD
DOGI iCMREZ s OBiE i LA s h Tw %
D, BT IV OB HIE R S Niedh - 7z, B
TBEFAREEIN TS (Nonogaki ef al., 2018),
Bl 21, 4 % TlL Seed Dormancy 4 (Sdrd), *F A
T3 Alanine aminotransferase (AleAT), I AF
TlZ PLASMA MEMBRANE 19 (PM19), MITOGEN-
ACTIVATED PROTEIN KINASE KINASE 3
(MKK3) 7z HBRES N, ThbOBETHEHR?O
TE SN FR—H—DW L DY, I TICHEEE
BicHEA XN T\ 5 (Sugimoto et al, 2010;
Nakamura et al., 2011; Barrero et al., 2015; Nakamura
et al., 2016; Sato et al., 2016; Torada ef al., 2016),
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5. 204 XF+XFZRAVI-KIRBEEERT
DREREREAT

QTL fi##r THE = N7 RIRBIE &R D15 & 1k
x IEREICE T 586, oz 7o Otk
DEBEL 8D, YAAXFAFERLT 75 F O
¥, JUVARNTHATiE, DOGI pvnmAf X+ X
FLRARICKRIRZ &GO LB E 2> LA RS ATY
% (Graeber et al., 2010, 2011, 2014), X512, A %
DIRIE QTL it 2> H[FE S 7z OsDOGIL-3 v/ 1
A XFAFDODOGI A —y 17 (BFDA Tk,
BEREMIIC D dkal) Th B Epmah, A ROFRHF
MHEBEEOSF~—h—L L THEHLEEZLNTWS
(Wang ef al., 2020), = X212, DOGI OEFIIFEH
FHELRICEEN RO FERICHH S >25
B0y, KA WD O RS W/ZBIEFRED LD
o FRERERE D, IRIR - B OTIEEREIC S W TE D
EOIRD TS e g 5 2 L3, EWFRy sk
DORGUTI B2 T <, FWAEEICE W TLEER
BRw O,

E¥ O QTL 70 6 B S 7 RIRBI#E R T O 4
B HFEEAEMBL LS LT ARAE, HFEEY
IR P G750y A AT AT N TITh U Lo
720 A Sdrd OBERETRRIEIRAE BT FEFE IR MHE DK
TaLL LT EnD, Sdrd (ZRIR Z 58D % @)
o &#E 2 bz (Sugimoto et al., 2010), —7,
VA XFAFD Sdrd e, SFL1 (Sdrd—like
1) OWRERRERERMEOTHIME TS, FAMET
F0BNKRIRARLA2Z &6, A&y XS
A F Tl Sdrd DRIRICH 3+ H1EH AR5 EE 25
N T/ (Sugimoto et al., 2010; Cao et al., 2020), %
3T, Zhang & (2022) {3, SFLI1 OFERESERZEIRA T
(sf11) "RV, REBERICKT L TOKRIR G
M) Zdd, A L EER, sAI ORAEFITFERE
LRI TWA I LRz, TD®D, v
A XFAFDOSFLIF A Sdrd DF —> 117 THh
D, RAETFORIKEZ RO HEELFOICLEDD
¥, BT H - TRIRME 2R S S BEREIC R
THC ERREL 7o, BAEICIE, SFL13HEFHR

DY AR —MRERNT%a—F 4% LAFL (LECI,
ABI3, LEC2, FUS3) OFBDOZ A4 I 7 % HIfL T
BV, MHFRPGEBROWY - BTt FUS3 & ABI3
DFEJE FHEL TRIROEG & (2L, B O
VIBENE LAFL O R = MH+ 2B 1S54 5 2 &
T, KIROETFIZHEG T 5 iett%im U 7- (Zheng ef
al., 2022), T®D7=, SFLI TAREBERE ORE B
Th HMEF DAY O REBEFENDBEBO XA IV T
HHT AHEELBE RO LEZ LN TV A,

PM19i% 2 AFREFEMNC 35\ C ABA FH#E M O
ZUNTEEa—-FdHHEETFLEL THEESM
(Koike et al., 1997), T A¥ & A X TEFFEZHIH G
LEE OO L, YA XFAFORERST
» 5 AtPM19-LIKE 1 (AtPMI19L1) 5% » #%E
T LEEZFEO T LRI Nz (Barrero ef al., 2015,
2019; Yao et al., 2018), PMI9DIERA I LT - 4 %
Ly A RFAF TR HAMAT ST INTE
5, R - BFHEOFEL KL TH
Ho F72, AAALFTHRH SN7RIRM QTL, @sdl
B75=V73/ P53V A7 25— (AlaAT) %
a—FL, KIRZ55D 5% %> (Sato et al., 2016),
AlaAT F=FRFML, 2 VN7 EEGK, RENRFHCHE
ELTEY, v XFXF7r /) AT Qsdl/
AlAT L HE 28 F A REB I TWw %
(AlaATI, AlaAT2), 7272 L, AlaAT DMKIRIC & D
FOUCBDL LD, EDXSTe AN AL TETIRIR -
FHAHEL T L2352 SN TR\ (Duff
et al., 2012; Sato et al., 2016),

aLF, A LFOQTL M TIHBIC RH I/
MKK3 1%, BERADICIN S RAF S N EMISER,
MAPK /1 27 — F &R HHRFO1 D% a—F
% (Nakamura et al., 2016; Torada et al., 2016),
MAPK /1 A4 —F i, MAP Kinase Kinase Kinase
(MAPKKK), MAP Kinase Kinase (MKK), MAP
Kinase (MPK) IC k- TH S N5, MPK (352
B 72 MKKIC & » TVU v xh, MKKIZ
MAPKKK Z & » TV Vb s h THEHMIL T 5
(Ichimura et al., 2002), {RERZ3 58\ 3 AFFHEEO
“Leader” CRIR2355\ “F LIA7 OFERIFM T
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QTL @ » b S N/AcPhsI TIL, FLABD
MKK3 MEEERS OB (B) ZR2FEO L%
Z bhjz (Torada et al., 2016), —757, A LFICE
WTRIR AR 7 A< AF (Az)” HIRIRZA 550
“BIAET—IV 7 bRl S 7 QTL, @sdl i3,
Az \IZ B0 % MKK3 OWRESER OB (51 &
BTHH N T35 (Nakamura et al., 2016), 0%
D, MKK3 % &ds MAPK /7 27— Fid, AFHIC
BOTKIRZE T S € RO L E2 DN, A
FHOFERMIEZE L /26T V7 Th b0, AzRD
KR % 08D 5 MKK3 78 n 2 FEoimfll, #F
FRRZPT VIR T VT I 5L Th b,
DD, T LFOHEERT V7 THEET %6
TKRIRZ RO HERDERZ I NI LEZ BN TS
(Nakamura ef al., 2016), %7z, T AFOFEFIEM M
QTL & L TMKK3 OSBRI LB IE TR R w2 Ehn
72D, 65K Td 5 NI BAA RO T HNFRIANC
BNO 9o LA ERELTEZLNSD, FIF
NO@ENRM & LGRS et 2~ L T 5
(Shorinola et al., 2017),

VA XFAFOHFEEZITEWT, MKKS3 i ABA
IC ko TEE LS, EOEBAFEIE < C L2R%
SINTW5 (Danquah et al., 2015; Matsuoka ef al.,
2015), —77, MKK3 DRERETERREARAL R T3
ABA EEZM AR L, MKK3 OER TG ZEARE
B3 ABARESZM AR &b, EF T,
MKK3 i3 ABA & # AICHI @ 4+ 2 gEELA TR S N
T\w% (Danquahefal., 2015), T, 1D MAPK
1 A —F, OsMAPKKK62-0sMKK3-0sMPK7/
YA IRIRZ 5O 5B 2O LA RKB I
(Mao et al., 2019), 7=72L, fEFICkiF% MAPK 7
A — F OFRHALEREO B, A bynyz ) ViR
AN A —F OFEMII G HBOME & 70> T B, BIAE,
FEHELE VO XF AT et L, fFREFOHE
IZ W T MKK3 % il # 9° 5 MAPKKK, MKK3 7}
H 9 5 MPK DR E w175 &I, MKK3 % A
r—FOEHALE L 7o b EREZ T L T\ 5, F7,
MKK3 1 A% — FIC Lk 5V VBILO I % 21, F&
FHECBID L 2 VN7 HrREL ThWEoWweE 2
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TWh, A REEMFAERTHY, XH—FAR
ROV A XFAF ERBENC, RFT SRS TH
BN, KEEGTCEAFIENS (Fujino e al,
2004), SO/, WEICIEE L FREFHEIC
MKK3 €V 2 — )V H 5 mTREME L, ZOHIHE A 7
SALTBEL, XA - FR A FRO SR
W22 Lid, BEELERAFEOLEEZ TV,

6. €4/ LERAID) -7 T ABTICL
DRALEBLETDRIE

KA —7 3 — (NGS) (320054EC A B3
B LG, 7 LAOEEERINON A, T 7T VY
CHELTHRA L EMETERICITDON A LDk
7oo BIAETIRH R HEMOBFRESCWHT Y 7 -7 27 D
Belfnmsh, DAL D SIEERITER T A | TP T
5 X D15 Tw5h (Wetterstrand, 2023),

ek, RAREEOFFIT EMS 75 & O3EH AR
R EERACTTONTELD, BRERELTIEDOR
ELBWHCT B2, T-DNA L b5V AR Vw4
RIFE Lo F /7PN TER (Ito e
al., 2002; Alonso et al., 2003), 7272L, XF /7R
BB F 5V ARV OWED K s hict
TIVIEZ DA TELHETH b, T, BT L
LERP X7 INTWS (A DNA BNEEOFAT
H5bH) LIFRST, vy EVTIC L DEREPREL
FHE S WBHLICHL LIFLIEHE®BT S (Tamura
et al., 2006), —77, $¢kD EMS 75 & OFF % H
TR OFF T RN 2 2T, BERAHTE
REMREL LN TE S, 1L, HFY—N—%
Mwiex v w7 GESEMNT) Tld, 527c55EEr9N
v 775 FaRfFEORBELZRL LT bk n
723, EH T AR ES 5 HRERPIBEIC
fAEdT 5 &, TRTFEMELY v BV 7 BRI <
moTLED (B2HIZR), £/, ARELRTOH
BERIEICIE, BROF, R L DT~ —T—z M\,
IRefH] & 57 DD ip BEETe < v Y 7 % AT 5 IR
bHe COBEAMRPL 72D, MutMap i (Abe et
al., 2012) TH %,

MutMap £ T, BRERGLFE LNy 7757
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VR EFEOHAEINRM EZR L - F, 2 0, 27/
LDy =7 T/ A S, REM P HFEL AN
WOBR L EERE T 5720, Bz b RO HRER
DB Z T\, BAMICIE, ZRPBEOSLG,

RREFIE %R 920 FRE D Fy 338 L, Th
5@ DNA #¥)—IZ{ & L 727NV 7 DNA % NGS T
B4 %5, 6N/ ) —FaBor /) ARINCT 54
AV L, ZREF (EMS) Ik DAL —HEELM
(SNP) D& & % SNP-index & L T, FffkZ LiC
75 74t4 % (SNP-index plot), ZFEA O % R
TIFF O E& D SNP—-index #1.0, B4R %0 4%
&, REUA & B ORD 70 o Gy LR B Bk O SNP-index
i, BEERIVICIZ05 L0 B, ARICHIET SO
SNP-index (305 L D bEmE 5720, ERIPEHEA L7
OO, 75 73IIkIC7e % (Abe ef al.,
2012), 72720, RARAERIPE &3 MBI R 72§ T
SNP-index 28 L4 %, D% 0 fEEBEIEEINS
BB hH, COREHRLI-OA, MutMap* T
%5 (Fekihetal., 2013), MutMap™* ¥ Tld, Z2R%E
RIEZRT Fy &, WAMORBAZ/RT F, O
BT & T 3 B, TN ENEHEED Fy 06
B L 7-DNAZREEL, TNEZNNGSIC LD &7
J LAY =7 T AL, Wi CRIERY 7 SNP-
index 7R B A BT 5, ZHUCKD, BEBED
SNP BRI LK BRIF B L DI » 72, £/, Mut-
Map & CTRARZREICH OEEEE L LR
THo 1o, NTEEORRESH 52 LTk
D, BIEMLERLFAETE S L5107k -7 (Fekih
et al., 2013), MutMap £ LU FDHREE, 7/
YA X NS WA 1A bR E L ClitEME RS
TRBIEE T, FRMPEEEE T ORIEICH V5T
&7 (Abe et al., 2012; Fekih et al., 2013; Takagi et
al.,, 2013b), HTIEF 27 UIC MutMap+* % 3% H
L, BHFBROHEZ NI L7 HAEROFINELR S
FESN5E, tRAxEWETIEHSINSOH %
(Wang et al., 2021), 7z, BTRY - (KIROSH T
L, 412D AlGAT % a—F § % WSDI1 7 MutMap™*
ErHWTREIN/: (Huang ef al., 2023), HEW
&S, A XD WSD1I, A LFD AlRAT &5t

B, RIRZBOLERAERFO LG SN T 5,
COBICEAENEMEBRTHDOTHH D0 ?
AlaAT % 4 L 72AKIRFAET O 55 F A T = X LD R
fl-n b,

1. &5/ L>—7 T ABHICLD QTL #
& GWAS

MutMap ZZOZRE, QTL FHTIC LIt sh T
%, QTL-seq 13 NGS %\, {E#® QTL % ik
ICRIET A7 DICHERINI-FETH S (Takagi et
al., 2013a), &9, AEICL-> THOLN/F, ° RIL
OFRB BT L, O 5 &3 55 Rry B
R g, fI20ME M4 O%EK T S, KIS, FEM
5DNAZ/VL 7 &L THELL, NGSIZkbH47/
LY=LV AEATD. ZDK, MiBiE O SNP 12
5 < SNP-index &, W4 MIH O SNP-Index % HH#L
L, ®EAY7: SNP-index %74 fHIK (QTL) % [F%E
5, QTL-seqikld, A FOW b HFHELIHICE D
% QTL (Takagi et al., 2013a), 77U OHBEHIOHRGE
1ZB84 % QTL (Yoshitsu et al., 2017), FETEADOIKIR
PEICBED % QTL oFEs SICFi s (Kumar — ef
al., 2020), tkx7={EWO5;FHENOHEB IR S
N5,

HAZ RGBT OHREE - FEICE, QTL #TIiCin
Z, 7 LT A FEEET (GWAS;
Association Study) ZHWHN S X DI - TE/,
GWAS i¥, BEDAWRICIB VT, SHOBFEK -
m R RO 2/ A A e - HE L, TP &
9% DNA M 2 st iICHil 4 5 FETh 5, &
D728, QTL @ Tid 2 RME O E O\ E
3% QTL s 575, GWAS TIXEE DO Rk
ICIEBITHAET A HRZERP R SN, A X
AFFHL—F T RKERETH S L sh, dL¥FEKE
o, a—m v\, TU7, TT7YA, T AU,
F—=AFFUT LRV AizRd (Krdmer, 2015),
CDIzs, ZTNENOBE TOMISICEH % HRZE SR
DERL TR EEZONDL, YA X T AF O
fRIHED GWAS Tid, LA VBT 2 F LR FR %
O—F 9% HD2BHARIE SN, 7 1<V fES IR

Genome-wide
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IROMENC EE e & e FF>Z L &R L7z (Yano ef
al., 2013), Wi, HADA 1 (VxR T) Wi,

164t D47 /) AEFIZFIH L 72 GWAS 28701,

FHFOHME (30°C) TRHFZRES LEET,

GFI14h s RH X n7- (Yoshida et al., 2022), GF14h
$14-3-3 7 7 I U= VNI BHEI—FL, 77V
¥V BER A EIRC B9 5 C LT k0 R A (et
LTWaZ Epmo s, BHWC LIS, FERKAMNE
219904 LART Oy \ i il CTLIBRBERY 72 GF14h % ¢
EER1E» L 28BELLED DL DOD, BIAERES
INTW D FEIIEAER 7 GF14h 1T L A K FE-> T
Wixhots, SO EE, BHROA REFFRFLICS W
M EO R P TN T EAREE 2R L, FEZEm
HEROMBEEROMRTH L EE2LNTVS

8. K - REFDOHNFAN=XLDOERICE
FTHoRE

RREROBEBIETREE HAY & L2HHEIC B0
T, Xy EVTRHOIER, DNA ~—h—%FIHL
7oREAl 7 RN 1L, IR & 97 D DD B AR B &
7t TWwiz, PCREDBHFE, (1o vmAf XS )
D ) LEHIRGEL, EEE DS~ — T — LR
MDA —=FT v Thdizb Uik, Bk bEnHiy
R OEBRI & OB BE L § 5RO~ v
VT, TBRIOBRERICY AT s, RARE
BOFEZ OS5 a3 WEHIC LIE LITEB L 7o,
NGS DBt L R, ZL TS AA VT 5 <T 4 7
ADFEIY, MutMap 7% Y12 L 5E 7
FREZL7=HL, TNETHENZFHO TW/ERD
FENMEE NS THS D, FIT, BFOKIK - 54
FEROEETFNEDLEIVETH D, ERERD
[FEICIE MutMap ZEOFENKRER L E 2 DN %,
QTL-seq %, RO F~—N—mHnizx vV
TR0, RS2, »OoEEE 7 QTL #
BORIEAEEE L T 5%, Rlles /) AFFN O T
(IHERE RS, EARAERFES QTL B o/N—
FV % B RICET S, KR AN = X LBY0
DNA ~—h—%FIH L /-G %, (MAS:  Marker
assisted selection) ~OFIHBIEEINICHEITL >D

BEHIER
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B5bHe 7272L, QTL-seqED AT AV /o BB T
DRIEFZIAA DD AHID, FEROGF~<—T1—%
AW/Ffie<~ oy BV 7 EOMER-DPERNTHA D,
COBETL, WHOY / ARA» O F<——%
HatdHLICKD, DAETL D b E B E T FE D
nBE & 75> T A,

RIR - FEOHEICEI D 58I T1E, BV B4
AFAFin ¥, BROMYE CHEEREHEA TV 5
Dy, FEARER 72 SRR OB R —T OB LT
ICHE - Tn5b, ROk REICIS VT R
DIKIR - RFBIHEBEE T A RWZSh 5 EifFsh %
M, CNOOBETHED XD mAMEEY D, &
DESIEANZALTHKIR - EHFEZFEL T L0%
o 51203, REROILBESLRRELE £ 2 >0,
B TRBEFIFNIAE S 75y B A AT AT Tx & Oty
EEFIAT 5 EDPRETHH D, BHEICRESINS
£, BTFZDOLONFEELEEYTHY, FWE
FEOHMRETLHH, COBERTIE, HTOMENME
WAEEORIES X5 - Thi#ls Tldk\v, FFok
IR & FEF LB FIE A 20 5 L 4hic, BREEERIC
MW EBINLIVETH B, D1, KIKEFEFO
GF AN ALORRIL, EERFEOARL ST, SR
BENHIGS U 7 FAEREIC & > T, KEEERER
EREOLEZ TS
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