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1 FZEERESHR

I 2 E ) K (Zea mays) L EANE R E, T
K B 25 BRI DX O AR A6 T R B L X . 48 26 [
MR GE TR AT, FRIE R R AL R R
THE, BRI, AP0 IR E R A 224/
BN T FEEL R R B A2 R R E IR, $ 5 Kl
TR 7 R DA 2 IR P9 oK 7 RO f B R R e 4
JUAEE, EERGH RS EEE B, 2021-20234
T KA T AR R Z14.3 x 107 hm?, PR
2.7 x 10° tBL b, FiRE A S e AR A 1 R
TRFFEA0%LL b0 SRTH, BHE ABRSIEEM, T 5K
R 23R EAEY) = ) B BRI A (R R . AR5 2023
SRS BT A = R AT, 2012-20234E 3K [F
VEP)AF 35 5 52 9 TR o =l A= 4 W 30 52 9 THT AR 1
25%LA b, R E I E BT 50%, AR R TR i R
A7 281.25 x 10° kg (EZX it 7, 2023) (&
1o K2 T /KR K H 5 8 U R 1 E 9,
TR H KR AR EERE. F, #ER
FORPUR R R AL T b SR R SRR 7 R
KPUFRES), — HR FRPL R ML 2R 1) S i)
(Singh and Laxmi, 2015; &3, 2019; Sun et al.,
2023).
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Figure 1 Percentage of crop affected by drought out of all
abiotic stress in China from 2012 to 2023 (data were obtained
from China Statistical Abstract 2023)

2 mEMN

EZ BT RNa)E, EMEASKE— R AR
(K12), DAgERFIEFRMAGEERK, X IFONPLR
PE. MY EFEZFHIRENLS], sk Bk, R A
fif 514 (Kooyers, 2015; Krannich et al., 2015; Gupta
etal.,, 2020). #PVEFRREYIAET B4 T HEATHAE.
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Figure 2 Different ways of maize response to drought stress and potential approaches of genetic improvement of drought
resistance

P1: Donor parent with drought resistant genes; P2: The recurrent parent with excellent agronomic traits but drought resistance
that needs improvement. All the genes are cloned from Zea mays. For simplicity, ‘Zm’ and ‘Zea mays’ are omitted in gene names.
ABA: Abscisic acid; CK: Cytokinin; ET: Endothelin; GA: Gibberellin; JA: Jasmonic acid; ASI: Anthesis and silking interval; M1,
M2: Molecular marker

ghsi, YR ICE FRBY BOS U B AT R B Y BT F
[B], DAHfAOR R Th 58 i 2B iy J& 3 (Kooyers, 2015; Shav-
rukov etal., 2017). BRI HEIEE S FOkr 21 TRIMEMENEREZFHHN
TR, Flan, @R ALEH. I 211 FARREKEZEFHEM
TFARAR BB FKE T, WDKK, MKy ERERE R RPAR R AR, At R Re 7
Wi (Kooyers, 2015; Kramp et al., 2022). i 51445 KAEKKEHERNZGE TR, WaEIRRERKE L
HYE A SRR BB B Y PrE BRI HOKS REIABZ s S B KR . ET RN
YR, DAERRAII K & B EAE T, X, RER - BREE R R RN, FIT
T AR 4 i Fr) 45 /4 RN D e (Kooyers, 2015). HETE  HEFRIRBUAZ 3Ky, SR10, HAR /AR T17E MK

B 5 TRPUF AR M EEH (K1),
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Table 1 Drought-resistant genes identified in maize and the main functions

FFRIEE: FOKGTR RS L @ 885

PRI BRI ThRE S LR
ABH4 YT it 74 TR 8 R AL B, R4 i v R 1 /KT Blankenagel et al., 2022
ACS6 S ACCH I Young et al., 2004
ALDH22A1 £ 1 S it S Huang et al., 2008
ARGOS8 I R (1 A7 R A8 B Shi et al., 2017
ASR1 P SRR IR M AR YA R Virlouvet et al., 2011
ALKBH10 ZAGmOAR FF S g Miao et al., 2020
bZIP4 TR EAAR 2 2 8 A0 E AR Ma et al., 2018
CIPK3 T R EhE TR AR Li et al., 2023
cPGM2 SRR A AL, S 5RO Wu et al., 2021
CPK4 Z 5805 5% 3 KR ERR A2 <AL Jiang et al., 2013
DRESH8 FEAESIRNA, 5T 5 R AR -1 /N B R ) ik Sun et al., 2023
DRO1 MR 1) 5 A AR R A 7Y Feng et al., 2022
EREB46 W 3R B W TR R Yang et al., 2022a
EXPA4 TEHEMER AR, SRl 5 55 5 7 AR 0K AN 22 1 [R] 8] B Liu et al., 2021a
FAB1A SRS - R B LR -4- T8 PR -5-U e, 2 5 iR LI A it Wu et al., 2021
GLK44 P TR O ER G R Zhang et al., 2021
IRX15A BRI AL Zhang et al., 2023b
LRT 1) R A AR F A 2 A K Zhang et al., 2023¢
NAC111 WEAILRE, $E KR Mao et al., 2015
NF-YA1 KRG TS, AEABIHMYL5R E Yang et al., 2022b
PP2C26 R B RS S S Lu et al., 2022
PP84 <AL Guo et al., 2023
PTF1 PRI 2R B FBL & IR G R Lietal., 2019b
PTPN YT B A L IR T Zhang et al., 2020a
RBOHC Z I NADPHS fL i Gao et al., 2022
RFP1 AL E3IE Bl Xia et al., 2012
Rtn16 IDRUIREE [, W IRRIEH-ATPaseif 4 Tian et al., 2023
SKL1/2 /DT 5 T i 1 & (reactive oxygen species, ROS)fIF 2 Liu et al., 2023
SRL5 2 5 1 o1 2 5 o S5 R IR T B Pan et al., 2020
SRO1d PR AILIMROS & &, (it ALk Gao et al., 2022
TIFY16 HRFRE 5@ AMMYC2 1 Zhang et al., 2023a
TIP1 i S-BE A AL B, R B Zhang et al., 2020b
VPP1 L5 H -ATPase, R R L E Wang et al., 2016
WRKY106 WA A AR ST, PRICROSE & Wang et al., 2018b
WRKY40 WR BT A AR ST, PRICROSH & Wang et al., 2018¢c
WRKY79 R T I 9 R R AR 6 R Gulzar et al., 2021
Xerico1 P B IR AR A Brugiére et al., 2017

A BRI A ERERHA HPER, RIEDERAHEKET “Zm” M “Zea mays” .

All the genes are cloned from Zea mays. For simplicity, ‘’Zm’ and ‘Zea mays’ are omitted in gene names.

BB, IF H KRR RN 1 ok SR EOK 4y
(Gupta et al., 2020). KR R A R TR L
ARy, RIEEMNAKKRE. Ogura:(2019)

thaliana)4= 757,

I A K 2 da B A0 1) 750 Ab FE R [F] 8L 5 7T (Arabidopsis
IR R A KT R R, I8
ik 4 3 R 20 S B 43 AT 4 32 3| EXOCYST70A3 (EXO-
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CYST COMPLEX COMPONENT 70 FAMILY MEM-
BER A3)%:[X, iZF [Nt i+ PIN4 (PIN-FORMED
4)EE AR AR AR R IR T ), e R R
B, SRR T S R BTE . KAE(Oryza sativa)
DRO1 (DEEPER ROOTING 1) &M 24 K A&
MECEMERAL S, ZAEK R R, S50 M
K, FEARIAGIRAE K LAEE SER TR NS
(Uga et al., 2013). K+, FIH 52 i 7% B2 (abscisic
acid, ABA)5- 7 115 3 7 IR 51 ZmDROTI &k, fig

R B oK 8 SR BE /) (Feng et al., 2022). Wang%s
(2016 i 4= 5= A OGB4 B o % 1 5 FOK | e
Bk B E MR ZmVPP1 (VACUOLAR PRO-
TON-PUMPING PYROPHOSPHATASE 1), %K
AEEHR R E RS H « $&mm ok &Rk
oy R FH A, 3E T B 5 RO BT RE 1. ZmTIP1
(TONOPLAST INTRINSIC PROTEIN )&z T 1A
SRR 57 5 ORGP SR AE A S A ORBG . 1%3E [A]
i — N S-BLE L FL I, At/ FZmCPK9 (CAL-
CIUM-DEPENDENT PROTEIN KINASE 9)&E A1
TRAAH BRI E AL, IE iR E K (Zhang et al.,
2020b). Zhang%(2023c)LL £ K H % % Zong3 (4R
Z)VMB7-1(MUAR) AysE Ak i 1 s 2H A8 R, il
I A 4 5 A7 DA B ik R 9 8 B R o g i B I ZmLRT
(LATERAL ROOT)iATDhRem 7T, KIMZE XN &
KANAR 2 4 A B HIHIAE A, Foids oK mt
4, ZmbZIP4 (BASIC LEUCINE ZIPPER TRAN-
SCRIPTION FACTOR 4)id ikt kkiEd il TABAS
IR 2k B 23k KR PtigitE(Ma et al., 2018).

ZmCIPK3 (CALCINEURIN B-LIKE PROTEIN INTE-
RACTING PROTEIN KINASE 3)i#id# e T 5 b
F AR B 3 o FOK B B R (L et al., 2023).

ZmPTF1 (PHOSPHATE STARVATION-INDUCED
BHLH TRANSCRIPTION FACTOR 1)i#id i # 4R %
REFABAS BT E K HT 214 (Li et al., 2019b).
I, YusE(2024) R AR R T A R FIAR R 4544 Th
REAR L AL T 7 AR AR A X AN AR R TS KK 7 T
WSCTRISZ I, Sl dok 7 P 4 256 R 2 S K A AR 22 R G
AR FZ I8 45 ) b AR 2B Y OC B 3k Rl ZmHBT77
(HOMEOBOX-TRANSCRIPTION FACTOR 77). %
BRI b AR, B AR 2 R MR AR R A
A, B R ORI NPT R . Ren5(2022)if it 4: J

DRI ZH DG I 73 A AN TR SR s L I LRk o, R4
B8N F KM R BUGEIEIL R, H o T H 2/
%I H(ZmRSA3.1 (ROOT SYSTEM ARCHITECT-
URE 3.1)f1ZmRSA3.2 (ROOT SYSTEM ARCHI-
TECTURE 3.2))id i 5 4= K F e 37 (K 7 HAE R %
KRR RAEKAMAESIRE D6 .

212 WEIAFEMSILEEZM

T-R&MT, YIS RIS BEITEE, bz
i A FH & IR 7K 43 Bk, 3 3 Bt 52 14 (Hetherington
and Woodward, 2003; Pourghayoumi et al., 2017).
Roe AR 28 V5 E FH 3 B 7K 4330 2 R v 7K 40 1) FH R0
ST AE W) RLXS K 43 i Z I PR AS GBS . B TR IR
OsDT11 (DROUGHT TOLERANCE 11). OsEPF1
(EPIDERMAL PATTERNING FACTOR 1). TaHXK3-
2A (HXKOL-TYPE K' CHANNEL 3-2A)V) % HVEP-
F1 (EPIDERMAL PATTERNING FACTOR 1)ifiid i
EAEVIN S LS, OSERAT (ENHANCED RESPO-
NSE TO ABA 1)ifiid R4 AP S ALIF BER $2 = it
R K R R, SR YI7E T R4 4F T ARk RE
71(Caine et al., 2019). Zhang%(2023b)if i 4= 3 [A]
KRBT, KIMZmIRX15A (IRREGULAR XYLEM
15A) Al I TS ALE P, S KRB RE . Zm-
CPK4 (CALCIUM-DEPENDENT PROTEIN KINASE
HNZ H5ENF0E TS KABAN SRS
(Jiang et al., 2013). ZmPP84 (PROTEIN PHO-
SPHOTASE 84)i@id{FHFZmMEK1-ZmSIMK1 (M-
TOGEN-ACTIVATED PROTEIN KINASE KINASE
1-SALT-INDUCED MITOGEN-ACTIVATED PRO-

TEIN KINASE 1) 5 F A6 <FLoCH, M
U %5 E oK BT E % (Guo et al., 2023). B4,
ZmICE2 (INDUCER OF CBF EXPRESSION 2)3: %
T I 5 4 23 RN o A RARIERILK B, S5 RE
TR A R RN B I B (JE SO A, 2023).

213 XM RESRREERRE

TRET, Y BN, FERABE
Mo PR, WA SHIGH, 2IEE, XA
EAZ T4 PR 3 AR, ALY S B P B
TREMT, MR R s 1k AR Z 2],
PR 52 3 5 T R IE E 2 KIBOVE N BT
IKGPA R, AN A B BRI 7K 7 S R 7K 35 B 7>



e, BRI . AN R By NI B ARAL

BEMREBRME. BEMATZERE . B e
50 i R B T LU S A v 6 R A R 0 i A
VIR PU R . R B AR R 5 AT T BRK 4y B R,
By 1R S AL 43 7K 43t 2% (Castorina et al., 2020;
Yang et al., 2022a). b7k, SFLA IS E 23N TS
BB J, ARG 7 RAL T B BB FDEEAE
F, RN 3R B2 8 A B 197 1 s e A3 sedi g - 78
PRI, T RIE TR KK FZmMEREB46 (APETA-
LA2/ETHYLENE-RESPONSIVE ELEMENT-BINDING
PROTEIN 46)n] 34 i Jy 3 B ot () F3 28,  AN T 7298
DK A BRI B AR 7K B8 0 7 T ACHEAE Y, 4 AL Ak
FIPi R (Yang et al., 2022a). GL6 (GLOSSY 6)i&&
F AT RE 2 5 A 02 B R 0 i N s g, R R AR
PR B SRR R R SR D, A I G I, %)
M PR FR(L et al., 2019a). ZmSRL5 (SEMI-
ROLLED LEAF 5)%} f Jo J2 Uit Jot 25 46 FRY T Bl 285G B
B, Hos i 4ERFIE 21 KA 2 0 R 2 A SR e
1 (Pan et al., 2020).

214 FMEFEEKSEZEHEM

FRAE N MEE [RI PR S AEAR A, I R 11 7 R B 1)
DR X B TR RR AU L RS 3 e AR,
KPR BB Y FORME MR o0 i A T R ia,
SHL BN (e 8l 320 ) T T 22 (O AR ol 30 ) P B0 2 7 A )
[ B5F 18] 7] b (anthesis and silking interval, ASI), M ifi
MM R, SEUTE R MR TR,
T 58 6 MR R B R B O B . R e w4
IRMERRR B AR A 22 K E T, T BASIHE K (Liu
etal., 2021a). fEfEL AR, TR HAMMHIEK R
FeA R R 2 MR T - S R K o 40 A e R AR KA
KEER Rk o IX LR R I R IA 7] B L oM {E 22
APPSR e St A PR A K R D R R i i
REAT RIE A AT, RN ik B 1 HE R ZmEXPA4
(EXPANSIN A4)r] 15 A2 M ik rm S MR O AT EE T &
ERNT R e 5 S 7 ERIASI (Liu et al., 2021a).
TR&MET, MY RiE e —e R ERA KT
MARERRE, Witk ek ERIH . BT R
Br PSRRI, TR R ORAE R R A 22 3R TH
SERY e AR R . B A T S e R R R,
FORIER P FE RN FETE BRI SRR ST 1622 K TH

FrRIEE: FOKGTR RS L @ T 887

TERCBA I “ 287 TR4EK, 46K 2 BU e 20 i R T
BRIV, T2z B Bk, JLFRT A R ML L £
(AR T AL 22 3T o A0Kn AL 22 3 THIHE T 485 1 B AR AL %
TEN & B NTE 22 4L OB A0 3 BB, i T 52 i
BT, ek FIAE 22 8 S ALY B4k i (superoxide  dis-
mutase, SOD)WE (%, H HIEFERAES T, K
Jig 1 S5 A0 A F I 28 72 95 T . % (malondialdehyde,
MDA) & & il 3, VN2 B B8 F, &8 81E
WA E W, fek R 2238 ) R, B AR, HIL
KEAER, FECEFEROR RO 22, 2004).

22 TEMEFMEERHFIG

221 SIEAEERETH

T25MT, EYLEEE TR, BRIIERE 58
AL PR AR S ALPR I 2 . S ALBR K245+ i ia
WA, SALS RN, HIRCOREERIL, SEOLS
WA TR A ALIR MR SRR A T S e p i,
ZF AR K% B B -1,5- % R 72 1k I (ribulose-1,5-bis-
phosphate carboxylase, Rubisco)if 4 #11,5- 1R
1% B 4 (ribulose-1,5-bisphosphate, RuBP)f-4: &t
BIREAL, SFEOCE R TRE(mE 5, 2018). M4k
SRR BB A BR, R fhids
AR R OAE R, A BRI A LT B AR
th, It H—w R FRERMUED I FRAGEE S, STEY
B AE K= T A ARG o 7K o3 e Z 24 il
EME R, HEWE ARG, ™ ER KIS
ISR E I, FEUED K . ZmPP2C26 (TY-
PE 2C PROTEIN PHOSPHATASE 26)if it J: %
1 F% I ZmMAPK3  (MITOGEN-ACTIVATED PRO-
TEIN KINASE 3)f1ZmMAPK7 (MITOGEN-ACTIVA-
TED PROTEIN KINASE 7))/ BG4 o 1238 R B
KA B LR ER . 5 ZmPP2C 263 351 B
FR AL (R AW 7 R B, ZmPP2C 26541 [ BR 1L 2
HEZE LA, SHE 16+ rmkE &
NERRRAR AT 6, Al BRI ER M & 0%, i E
KIPLFPE(Lu et al., 2022).

222 {R#BEFRPYRIEN

BB RIFEEMEZENE T P ENR, REAEA
TR A I F AU S D0 R PR3 B 1 A R E R 5
AN N R G0 B P8 o SR IR (£ S R A T
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RAIR) Z JUREE (U FERE . SRR R B ) f 22 i
(S LA J %2 T ) 20 i 33 11 T i = R R
ZmGLK44 (GOLDEN2-LIKE 44) [R5 45 & %
TSB2 (TRYPTOPHAN SYNTHASE BETA-SUBU-
NIT 21 JashFIX, ek aRE, e K
RIRE ISR, BT 2T ORRE KA,
i HIEZmGLK44RESE =R T 5 T ARG 3 Sk 53
FIF# (Zhang et al., 2021). HET R A Rt
RKEMHEAR, KA AERZER YR, & E
NEK G BRI EIR . R RS ks 5 —
BRI F BRI A &, SRRSOk T A G, R
TR FXKISER g, B b K 5] ) A AR
FH o RIS, 7K 43 P BT 7= A 1 U e N IR v e A
F{FH. TaERF87 (ETHYLENE-RESPONSE FAC-
TOR 87)f1TaAKS1 (ABSCISIC ACID-STIMULATED
BHLH TRANSCRIPTION FACTOR 1)t Ta-
P5CS1 (A-1-PYRROLINE-5-CARBOXYLATE SYN-
THETASE)/TaP5CR1 (A-1-PYRROLINE-5-CARBO
XYLATE REDUCTASE)f S BRI ED & K, LA
14 5% /N FZ (Triticum  aestivum) i 1 5 1% (Du et al.,
2023). FEEHET, F#EERS 5T 4R AR
B S5 R ANTENE, SRR I SZ AR FR FE o Li%E (2021b)FF 7t
KDL, v A R E AT 25 T PSS A6 IR K
BRGHNH, 2 BH A SEORLE S b A8 S e
Hh S B AR .

223 REEEMEE~E

T 5 38 R A IR A B AR A S B R 1 (rea-
ctive oxygen species, ROS)[#/2 4z, H, &)
B ZRRifAk s PR X R I S A S 4T i 2% 2 ROS/E 41
M= A2 1437 r . NADPHE AL X F#RRBOH (RES-
PIRATORY BURST OXIDASE HOMOLOGUE), &
AT 4R, 32 B AR A A AL E(QI et al,
2018). Rifi, FEPHAT, BRI, Y
E 2% R L 38 vh 2 AR ROS To ik X I i B, A B Y
ROSZ i BA LI, FTHE AL IE R P, 2 m
ROS 5 5185 1 538 i 11 2 1R A % 50728 384 1) 5
B B, SEREMANAREREL, e
5 E 24812 (Gill and Tuteja, 2010). AR 41
2t BROSIHfEH, HERFA N 1ML 5 P, fH
PRI — RAIPUEA T BB, EHESOD. hitk

I (ascorbic acid, ASA). I % ik (peroxidase,
POD). 4 fk4 K (catalase, CAT). HiRiL&E L
i (horseradish peroxidase, HRP). 2t H ki &4k
VI (glutathioneperoxidase, GPX)LL K& 43 fit H ik
(glutathione, GSH)Z:ik 54 )i (Apel and Hirt,
2004; Mittler et al., 2011). #4b, fEH R, gL R
fo B AN A B 4 A IR (R B A i & (Apel and
Hirt, 2004; Gill and Tuteja, 2010). 124>, WYy i
HETH P P9 L AR B IROS LA K 1 3% FLIHR OS5 5 4%
SR HERAL K 2R A2 R 1R = H P R A8 J1(de Car-
valho, 2008; Hou et al., 2009; Reguera et al., 2012).
ZmASR3 (ABSCISIC ACID-, STRESS-, AND RI-
PENING-INDUCED PROTEIN 3){E#)\ g7+ it %Kik
A AR T S M N MDA &, 38 hnm B (AR
IKE KRR S &, (2 A LRk, HE3ESODH
CATIEME, IW/DROSHE &, #HEMIL Al fgi@ T ABAG 5
R g E B KPR (Liang et al., 2019).

ZmSKL1 (SHIKIMATE KINASE-LIKE GENE 1)fl
ZmSKL27] 73 5 5ZmASR3H.1E, #2ESODMICAT
WP, /P ROSH £ (Liu et al., 2023). £ E kit %
% ZmSRO1e (SIMILAR TO RCD1 ONE 1E)£: 4t
WHRXMNEMS RMROSIER:, #EMROSHE, #
HOuHHEAE P 38 T iU (Qin et al., 2021). Gao%
(2022)% % #ff)ZZmSRO1d-R (SIMILAR TO RCD1
ONE 1D-RESISTANT)f£% 52Zm14-3-3.1 (14-3-3
PROTEIN 1) EAEIE M 2B E, it X ZmRBOHCH]
FADP-Z BB, 1Rm IR DA A MROS & &,
PRSI, MM IE % £ KPP 2P (Gao et al.,
2022). ZmNF-YB16 (NUCLEAR FACTOR Y SUBU-
NIT B16)id 3k il 38 ngm it PS8 L i« Hraafb & s
FEG Py 5 X 3 S R AF DR B 43 AR 2R R 3R A,
FEIEH RGN PSR, £ T KPR K
EE A (Wang et al., 2018a). ZmPTPN (PTP-
LIKE NUCLEOTIDASE); it gty — A8 A% H IR I
Z 5HUK MR (ASA) (FEFRIL EROS)A MM IR %25
B, (A %3 K A 52 BIABALS 5848 N il et s 5%
A -f-HsFA6a (HEAT SHOCK TRANSCRIPTION
FACTOR 6A)ME#H¥E, N3 TABAGSEREY
ASAH i 1E 2 (Al [k & (Zhang et al., 2020a).

ZmWRKY79 (WRKY TRANSCRIPTION FACTOR
79)iEd 52 = ABARIAEY) A BOE A T BT Rk, R
ROSiH R, MR H0 MDA B I i 48



1L B35 PE(Gulzar et al., 2021). Wang%(2018b,
2018c)il i B 7t £ oK T B 3 s W e Hcdls, R
ZmWRKY40fZmWRKY 1063 @ it 5 T 2 i T
SOD. PODMICATH M, FEAREF KL & H IROS
E8. ZMMYB3R (MYB TRANSCRIPTION FAC-
TOR 3R)Fe 2= CAT. PODAISODE T, 14535 ABA
PIERUERE, 8T ABARKUE AT 52 im0t - 52 19 38 (1 i 52
:(Wu et al., 2019). ZmEREBP60 (ETHYLENE
RESPONSIVE ELEMENT BINDING PROTEIN 60)
T HO0 7 A FIABASE 538 % Hh (1) 32 [Rl &
1k, SR KX T S P E i 52 P (Zhu et al., 2022).
ZmNF-YC12 (NUCLEAR FACTOR Y SUBUNIT
C12)RZ 5Pt BV L S BOE R - 2 R o % B KT
G, WA ER. MaRaE. piElnl. wiEtE
AR S B S, MDAS A K G m,
TR PR R % (Cao et al., 2023). T-5iiEH,
NS S AL S EMDAR B, (88 B AL R AL, T
TN PE AR, BBV 5E . Huang%s(2008)7F Lok
K58 B ZmALDH22A1 (ALDEHYDE DEHYDROGE-
NASE 22, FAMILY MEMBER A1), H4ui%—/~593
NIRRT Sy, (£ PRI E R 7 A I 2R
& i B FAE A o Ok $5 E 24E A (Huang et al.,
2008).

23 TFEMENEERENFIG
LA AN A R BE o8, R R T AR i S 2 A
TSR, DAMAR N IE RIA AR, AR K
B o A FEIREE RS 5 e 40 T b )RR 2 AR,
BoHFEREZ G, H5ET 55N %5 KK RIE
(Zhu, 2002). 4T 5 RL% 1 7 TG — N R A
WML, RN, 5550 TAESE T2
MEAE. TRFEMT, MY ABERETHR A EHE
P AR R, 2% M A= K R 1,
FERIMANABAKER R, 4R 2, Hl s
Jr= e, IR R e b s e A B AR . ABARY
R0 F AR SALRH, BiikK it —P
B 20 Mo 2R IR D T PR A Pl o AR B &
SN G| VR R, IR E (R SR, 2013).
RIFEESHEFEEERZIABATE S AN
ABAfK i FIABAJEMK #i2F . ZmNAC080308 (NAC
TRANSCRIPTION FACTOR 080308)3: [ Ji2 5[]

FrRIEE: FOKGT RIS L@ T 889

i} %% ABRE (ABA RESPONSIVE ELEMENT BIN-
DING PROTEIN)fIDRE (DEHYDRATION RES-
PONSIVE ELEMENT), i 25 i I ABAK #tig 12
FIAR 2 A 1 AB ATE A 1 34 4% 0 52 Jolp 36450 HE e B
(Wang et al., 2021). fEY 40 5T 2 a5, AN
ABAZ sl N, fidk — RIME SAEIEIEFE, I
TR AR R R . BTN TR EEIRE
ABAKIif(E 5 5, ABAS 5B i i B R B A
e PR MR E A L . SnRK2 (SUCROSE
NON-FERMENTING-1-RELATED PROTEIN KINA-
SE 2). PP2C (TYPE 2C PROTEIN PHOSPHA-
TASE)#IPYR/PYL/RCAR (PYRABACTIN RESIS-
TANCE/PYR1-LIKE/REGULATORY COMPONEN-
TS OF ABA RECEPTOR)Z it [Al i) s ABATS 5 2
Fbk s 23 % (F uijii et al., 2009; Ma et al., 2009; Park
et al., 2009). PYL/PYR/RCARZABA)ZIEEH,
TEABANAEAERS, PP2CE % i 7 ABI1/25 SnRK2s 5K
% 7 SNRK2.6/OST1 HAETE S E &4, $#lOST1
M. FRBIET, EYH & RERERTABAL
PYR/PYL/RCARFIPP2CAHH B.AEHTE 2 &4, 4
PP2CHIIE I, #EM#HOST1E A . OST1{E NEH
TR e Tl B A0 RS ABARL 2 (1A% 0o e 55 K T AREB
(ABA RESPONSIVE ELEMENT BINDING PRO-
TEIN)/ABF (ABRE BINDING FACTORS), #ifi i 5
TR EABARN & A K 3R & (Armstrong et al.,
1995; Park et al., 2009; Kim et al., 2010; Lebaudy et
al., 2010; Soma et al., 2020). W7 K EXKP
ZmPYLs. ZmSnRK2sMZmPP2Cs“3L K% 5T 2
N i&4%(Wang et al., 2018d). XiangZ%(2017)F]
3681 oK H A R KREHAA, HSZmPP2C-A
B PR G AT AR IR B R SRR A AT, 4 BN it 54
YT R B FE R ZmPP2C-A10. W LR B, &
KITE FARE 5ZmPP2C-A10M ik /KT R AR

ZmPP2C-A10/15'UTRIX 1 HERSE (ENDOPLAS-
MIC RETICULUM STRESS RESPONSE ELE-
MENT) Bk 2 ZmPP2C-A 1053k B 2%, HEY) (1 T
B8, 12 R IAEW T ERIHNE(E 5 Hifi R 1A %
(Xiang et al., 2017). 5HEZmPYLEKAMLL, &
iKZmPYL8. ZmPYLIMZmPYL 12y %% 5 K ¥k & K3
FYETE G, ERIER I R AR R ST R A
S FE K R IA B SRAESE, ZmPYLER Y B B ke I
W1 (He et al., 2018).ZmRFP1 (RING-FINGER
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PROTEIN 1)4ah4—/E3iZ HEHN, LAMEY) S5
AR SGEmMEMAERKEE, 25T RhaNg
& i(Xia et al., 2012). ZmHDZ9 (HD-ZIP TRAN-
SCRIPTION FACTOR 9)ifiid iff i ABALL & A i &
IR Z Ak Tk BT R P (Jiao et al., 2024). Zm-
HDZ10 (HD-ZIP TRANSCRIPTION FACTOR 10)W]
T ok AB A 5 388 2% 1 [ U 5 RE A ) PR (Zhao
etal., 2014). ZmABH2 (ABSCISIC ACID 8'-HYDRO-
XYLASE 2)7rfEACABASEALBF AR I 281280 i B A R 5
Y. ZmABH4 (ABSCISIC ACID 8-HYDROXYLA-
SE 4)4mi4ABA 8-F2Aklg, idid A TTABA /KT F i
I £ AL 45 1k (Blankenagel et al., 2022). Zm-
Xerico1 (RING-H2 FINGER PROTEIN 1)& A Efir
TR, I T E L FIABA 8524kl 2
H Y Fa 5 P ok 7% #) ABA ) 2 75 (Brugiére et al.,
2017). fETRNEMLEH, 2 A HF 7 JEABAKK
4% ¥ b ¥ DREB (DEHYDRATION RESPON-
SIVE ELEMENT BINDING)HINAC (NAM-ATAF-C-
UC2)#% 33K 11 5 %14 (Singh and Laxmi, 2015).

TaDTG6-B4w i DREB % sk K 1, HF 9T & I 1% 5k A
P 555 A B R B g 9 1 B A L 2 5 TaPIF1 (PHY-
TOCHROME-INTERACTING FACTOR 1)z 1L
f\)DRE/CRT (C-REPEAT)IAE FH o454, 155
HFIE LR PR (Mei et al., 2022). Mao%%(2015)
WEFE R I, ZMNACT 111255 v DA i FOK B 8 Bt
B B EROCEIREEAN, S 5HEMPTRERMNT
HFEMYC. DELLA. NF-Y. WRKYLLXERF (ET-
HYLENE RESPONSIVE FACTOR) %% # 3t Bl 1
(Singh and Laxmi, 2015). HH#F7EEH, MYC2/EJA
GERSNEZEREEA, ZmTIFY165 3K 175
ZmMYC2 H AR JATE 555, M2 e AL 1) 4t
£ (Zhang et al., 2023a).

JAS 55 SR % 0 5ABAR R KAEAZ H, Y
T N v & ¥4 Fl (Kazan and Manners, 2013). It
Ab, B A 53 7 5% DELLAFI ERF 2 4 5% (R 1
Wi, Z 50T 2 e (Wan et al., 2011).
ZmACS6 (ACC SYNTHASE 6)%hiY >k ACC 4 il
(LA B ER), Bz LR mT (et e & e, 4t
ZTRIFESFHEL, RN, £ T2EWET, R rnt
2k 7« Rubiscofn] i F 7K V344 B Ft i (Young
et al., 2004).

24 METRBEAHRMEEIBE

241 DNARZEf

YRy — T e B R AL A2 11, DNAFF AL LR T hE
VR B I RE L 3 i e AT 2 4 R R A v MR T
T R A5 B EAE o 6T R FOR M RICIMBLSS H 340 41
DU FF 34, R IR 4 A7 T 8 DR A S AR R 7 w5 PR AT PR 44
ANFFHIBA AT ICHHF 34k, I & & DNAZK#;
. TETRBUEM R, ZMNACO75 Bl AF1E24
AT, BA RGN F MRS, e m R
ik, BT R (Tian et al., 2023). ZmNAC111
Ja s F X HI14-82 bpfJMITE (miniature inverted-
repeat transposable element)ffi A\ 5 H: fffifr [X 35§
DNAF J AV F1 4 2R (18 1 H3K9me2 K~ L7, il
ZmMNACT11/3Rk, I PR oK Bt B 1% (Mao - et
al., 2015). AR, BET 5% FHEYFIDNAH
B AL, (HIX AR R I R s AL . Rk, HEDIER B
(1) 5 a8 ] BE AN 2 1 T B 4K 3 8 A% 08 (Van
Dooren et al., 2020).

2.4.2 RNAf&HH(mMA)

mPARSI i B RS T . TR hE
T, mPAZ: HIELLEEHE R ZmALKBH10 (ALKB HO-
MOLOG 10)%ik L, SHmPAK T &3 FI&, I
RS WA, WS RE b B AR A e i 2R A
CER4 (ECERIFERUMA4)H 5 i J5i A= & B 56 1 52
KICER1 (ECERIFERUMT). 7ET RMMA T, XLeit
IR W] B 5 24 REAE A 1) AR A B AN e BT AT AR OO0 H
(Miao et al., 2020).

243 HERPEWK

HEE TR RAE D R R A & e &
RS RE . — AR U, HE A IRl
H3K4me2. H3K4me3 FIH3K79me3 ¢ it #% it 2
H3K9me2. H3K9me3. H3K27me2. H3K27me3#l
H4K20me3 M il % 5% . 218 1 F 6 A0 B e 4k
St R SR EEARMES G —SHE 0 TR S
L5DNABE MK, 52 5DNABE K EAS
A, AT R R R PSP (R A A4 L, 2011).
ZmNF-YA1 (NUCLEAR FACTOR Y SUBUNIT A1)
MY T RPN EREE T, Z25EKRAKE.
zmnf-ya1 5 78 fR Ht 188 1 22 4k 1) Ji BR T e o2 ZmINF-



YA SHERFIRE 55 T A& B A e o5 &
SR L L% (Yang et al., 2022b).

2.4.4 JE4REZRNA

EEZAEYYT, BREARMILRNAS, 7K ET)
EgIZRNA, HAHIncRNA (long non-coding RNA)7E
RN R IR WP AT IhEE(Yu et al, 2020), —i%
INcCRNA W, 2 5 i %5 K XJ Jih 38 (9 e 5 . 45 4n, T-
CONS_00012662/% F KmiR167jf fi 4, 13 [ a]
X g 54 1 IncRNA, K1k 52 T 2 il 5 5 (Zhang et
al., 2014). miRNATE K Xf 5 8 iy i 3 g 2
HAER], miR159. miR394F1miR3197] fit 5 & &
I, AN 82 M oK 6t - 5 Jbly 18 ) i B2 (Tang et al.,
2022). DRESH8 (DROUGHT-RELATED ENVIRO-
NMENT-SPECIFIC SUPER EQTL HOTSPOT ON
CHROMOSOME 8)j& —AN & A KR uify ) 1] 1 52 4544
(R a7, REP AR KB E 922 ntifIsiRNA, #E T i
BT RYrERRNZmMYBR38 (MYB-RELATED PRO-
TEIN 38)3%is, 5+ 5 hiE M % (Sun et al,
2023).

3 ERMBIERIEGRT

3.1 =EFAXEKSH

4= FE K2 5GBS HT (genome-wide association study,
GWAS) & —Fh F TR 8 A% X 3 (B R 41 7 Br) S5 18
AR SCHEAR BE I BT 72 o %07 VR I8 I A A= A A
B AR E 8 T 7 DNAZ S, A& M4
THE Y % 5 5 e R A B A B3 SRR AR 5467 R
GWAS (1t 2 14 B it A2 Ji [R] )32 57 7] 1) 383 4% 32 B A ~F- i
(linkage disequilibrium, LD), F|HLDKHF 7t DNAZE
S 5k 2 18] 2% & (Flint-Garcia et al., 2003). BT
oK TR LD R B, 18 FH OGB4 # 6 J7 v Rl L
L I V] P v R E M S 3R R O IR B e I i
FH . Wang%:(2016)%136811 Tk H 28 & 1 i T 5
175 T T GWAS, %5 3424 5 1 1 HT 7 1A
KM Ek SR (Wang et al., 2016). Liu%(2021a)bL
2281 F oK B A R AL IEH A KA F AL H N IASEN
FAHEATGWAS, % 5E FI291SNPs 7 H: X b7 14 i 158
B AT R KT TE I PRV 2 AR G

FFRIEE: FOKGTRIERBL T 891

3.2 DNARMMF5QTLRE
DNAE il 7 (bulked segregant analysis, BSA) &
— PR o7 B B B D] SRR 5 B o & R
Y 3 AR PR ) () B IR AL S T v Bl AE AR
I 5 (next-generation sequencing, NGS)$i &R 1) %
Ji&, BSARI PRI 1 7€ 7 e M e PR EE )02 L
. HulFEHMutMap. MutMap+. MutMap-Gap
FQTL-seq VU Al 437 77V (A ST, 2022). BT
FERJFEFARE, BRERXT IR B AR IR, iR A %=
T AR AR 7 B R (B R AR AE), N
FEAR I B — e HE H AR IR R A o () AR, TR
5 21-DNAM . 38 % LALXOGE I DNAJ X R, kT2
A i 2% T A A 1) DNAYE 1) v 8 &2 0 7, AR PR AN
(i) A% i 4 750 2H 1] SNIP A2 1) 22 s 3R AT 35 [R] € o7 (Al 5T
W5, 2022). MutMap S HATAE 34 77 dE TR
BIER, W EEMR, FTRAQTL-seq /i k4T &
L. SMutMap /i 77 iE A L, QTL-seq R4
TR REARZE 2, M FREWTE R, PR e
HERE AR E (Takagi et al., 2013; Lu et al., 2014).
QTL-seq & A7 £ A PR I8 KR J R KR B FIAR 2R 55
PR 1 DR R i e it 7 — A PR A E H AR X 8
MM FE R 7. IhAh, 2 QTLE 2 HE
R 5 38347 il BT R 5 IR e 2 AT R 428, BESE AL 5 1
2 ARBRE IR 2 AN R . QTLAY S22 1 58 5 1
FRid 5 QTLZ[AIFESC R, A S I ZQTLE EH
PRG35 U Fhnid S — R QTLE S,
AN [ v 2 DR RS A 1) R BB A AE 2 2 72 o LI
BT 2 e, WIHERT S 2 ARG IE B QTL A AL
B, BN, & hrgs Bn] T8 8h & Mk,
P m kB RCE (Lynch, 1995). it xi 45(2005) % H ]
2FK AR A T I EKIR S H . W E S5 & QTL
1717558, R EIRAE IEH AT FIRIIR 57 B AL
FERFEIEAK, HEFREZMATMRESELEREIE
R, HAEF4 ST SR E BRI T 58K
FIQTLAL 55
GWASHIQTL ) /2 F FH 43 bR i v BEAR 2R 4T 43
Mr, SR JE R e vt 07 4 W 2 7 hric 5 PR A 1 5%
HRTEEE . GWAS— LA H AR AR S A bRk, ANt
ARG EM, MRKEFERA R EHE R B,
I FH GWAS AT ZE K € AL FER &, HOE N 25 KA D)
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2 BB AR S MR . QTLAE R0 75 M 85 1T 5 A7
RER, — R AR B A AR, A 2RSS
(RIS, (EL T AL 2 B I ] o

3.3 ZHMEFSTMNMERELE

331 HRAFLH

ik B MR ZE X ) (expression  quantitative trait
loci, eQTL)x2 ¥4 2k R K IEAE A — s MR 47 0t
FM T, BIERUIMELLDNAT 51 1) 2 5 o] 5 8URF
TEFE R R IE Kk 48 . eQTLHE ATl it GWAS J5 i
MR KRS A Hh s ) B AN 6 R AR S (W SNP) 5 3R AL 2
[F] B DR BR o 1% 2 BT I B AN SNP 5 BN B[R] T4 2 ]
RIS, UADNAZE R iy B AR &, AR
MRNARJ KA &, B — AT &m0, g K&
MEBARFEA B, 15 A SNPAL S5 BB K]
Fik w2 6] ff1 2% & (Nica and Dermitzakis, 2013). It
A, At A AT 7T (transcriptome-wide associa-
tion study, TWAS)s&—Fh4h & 42 JE K 4 S BRA 7T A0
R B EAE i, TR R R Rk K S
FAAR 7 7 (A< BE . TWASH]AE/NREA o ik JE [A]
T Shof 8 DR RS PRS2 T, X ik B 0 R 45 R FE B S T
AL FE R RIL K 5 PR 2 18] (1 2GR . TWASSZLDIY
SRR /N, R I TWASTE LD B 500 15 5512 1) 22 (R 41
hRABEMRE(L et al., 2021a). FETIEH 5T,
TWASLILGWAS B AT AR 2 E E K 1, 0 Hr4s
SRR EERER, AVEe CEEE, #FT 5
WEFE RN &E ek . MGWASHE e I TWAS T AR S
FEAMNG, ) A BN T8 R4 B 73, IO 45 2R
ok B HERT (Gusev et al., 2016; Wainberg et al.,
2019). TWASILGWASH # —03 K T HATFHKE
FMHIRIE R AT B . LB AN, eQTLAE & da 8 /R BENLAL
/3t (Mendalian randomization analysis, MR) 7] 4 &
HH R K eQTL. MR JE T84 48 57 (1) [K 4
Wik, DAEEDRIBSEE Mgt PR R R koK- P
PR Z T (0 TR SR GG, SIBL R [R L -2 TR R JA -1
R A 31T . MRATHRI A P8 /s 3k, 430
il v R 20 5 i R S ik B R R R R 5 IR ) 2 A%
R, P RN R A B 5 IR B Gk AR AR A
TR BEALA 2 B TR AR I8 I R B R R A B PR
PR AE U IR AL . XF22443 KoK H A RBEHT T
S A AL, R RS AR B KR SR 2 N9T %

(WW). 70% (WS1)F158% (WS2)iHLRE, #EAT KM
ML) B S B BT e, i 3 PR 3R 0K = I GWAS 43 #T,
% 373 5731eQTLs. #t—HF|H T R Wra N7
RRBEIEHITMR, %E HI7A K2 i TDNA
B FEEERHRE RN Z R, NS EEK KPR
U o AZAE FU S T 3 TR - R I - T 3 FEE R H
453 H7(Liu et al., 2020).

3.3.2 KiGHEZFSH

AU 4 4 2 R 20 5% BX BfF 42 (metabolome  genome-
wide association study, mGWAS)J2& LLJ5i it 73 #3545
AR 2 5 R A, 5 35 R R B 3R 47 SR IR A3 T 1)
— Rl KT J79%(Wen et al., 2014). mGWASHIHF 5 7
25 GWASHLL, By & & ARE RS
FERL AT AT SRIE . SRTH, mGWASHA H SRR
Mo B, —MHRIR BN E T4, FRil s
PERE R, G2 EEsgm, A il & nl 547 75 22,
HIRFRARGBAFE. M2, RBmEER
W5 B8 g e AN —, koD T BOE bR, AR
7524 7 AR E ] . mGWAS I 5 8 4 2 15k,
WA i 1AL AR S AR U 2 BE T 1 B SR A
FEA, FFUSCEERE A (1 5 R B H0 40 (G SNP £ ) Fi 4K it
YA G I 2 s3I 2 ). LR, X SRR AL 8
WEHAT RS B, KEREVRED Z AR A%
- AT 7 2, AR A B AT TR AL,
A FE B R AL AR 2 BRI TR R 2 AR s, A
) 35 IR R 500 R A 2 508 AT mGWAS i, -4k
SR AR S 3 M O I B R B A (WISNP), IX i
P mT e S G R ARTER 1 @A i) G Bk
A K. fa, i HEE ke iAo 1 A S At
FEET I, M DRI R R 1 ThRE, R I
EACH Y I HLEE (Wen et al., 2014). VirlouvetZs
(2011)iE S B A e gl . B AR A A H, 48
/RASR1 (ABSCISIC ACID-, STRESS-, AND RIPE-
NING-INDUCED PROTEIN 1)% 3¢ SR R EWE
BRI, 2 B 13 ASR 1A A A W 70 41 3k i
AR ANGE bR R PR o IR SR T BE AR
NS0 TR SRR, (R ITE K 2 e T &
NiPE. A FR 3850 A T 2 B R i £k E
SREEIR, {8 FH 7R v 280 R £ 0 - Fh T 50 b, 0 S K T %
BARIRAF T 1EH AR R 5 5% A T A 1 AR 1 4% 4



Wi, RIS N1 0354 F 0 B R AR 4 - BT
T G5 G- mGWASHI L s B HE i, 4878 7AW
IR EKTUR BN, KR EESR — L2 5%
AP FEREIE I K (Zhang et al., 2021).

3.3.3 REUBEZH

TSR, DARTREAL. il i B A o Bl & o8 3 B
TER R B2 S HR SR R e, (615 2 s 2 R R Y
Rl NPT, TR SEIAEY) A B IR R I B Ak
THE%E . Wusds (2021) 5 T e@ B EM R &, 456
FEIE . fMZBICT (computed tomography)fIRGB%
HFE UG AR, %3684 £oK B AL R M BHE 2
AMERKI B BOKAT R ha I RORR BT T
BT, IF B EEER 206 LA B P 53
A0 B HY B 4% 14 IR (image-based  traits, i-traits), il
o i e 43K 1510 080/ 5+ 5B AH 5K [Wi-traiits,
S5 GWAS/M T4 E FI2 31845 T 5 i 3 A 5% i
IGFHEDR], 56 figide BE DR B B A A 4 SR A g 1 BRI
G HAR IR 2% o 56 5 B R e BT R0 H
W IIRE, 8 ML IR R i E T 24 R En Pt
FIRERIH K cPGM2 (CYTOSOLIC PHOSPHOG-
LUCOMUTASE) L\ }x FAB1A (1-PHOSPHATIDYLI-
NOSITOL-4-PHOSPHATE 5-KINASE OR FORMS
APLOID AND BINUCLEATE CELLS 1), 3#t47 7T
SLHRIGUE . cPGM2%w it i 57 i BR #1 BT HE R A B, =5
PEACU, s GRS R BE, fiRE Rk
FIPLR M. FABTAYRAS -1 Ji I AL % -4- % iR 5- 1 g,
Z 5RIEEAH, b alE, [SILTE. A
AR FNIK 53 F R o 5T AT RS 5 B A i A 5%
i-traits HEAT T 23 HT, KI5 i-traits BE AT R oK
TET R WhE G MRS R . X150 i-traits 5 CL A6 i F
o BEAH G, WG e A TR AE Dy v 1 1 o B 5 2 1)
VbR, £ RAKPIREE R R B EER R
1o BRI T — MR I FOK BT 5 2 DR 42 9 SR g
(Wu et al., 2021).

4 EXRMPUEMBEUR

41 HEEBMH

e 3 IR AR R A AP H bR 2k R AR B 5 B A 1A
SELAZH AR, T e AR PR IR O T 8 (PE AR

FFREE: FOKGT RIS L # T 893

4N, #5ERtn16 (RETICULON 16)3E K ik i) % 3
AR R 38 o SR AR &4 & ik, /2l
R pE T, KrrEm P, BE®E &4 i
ANZ 50 (Tian et al., 2023). NelsonZ%(2007)5 F 4%
FEREAR, ¥ &K E A 3T L& NF-YB2
(NUCLEAR FACTOR Y SUBUNIT B2)#: [l Hy i 4 %
ANTKREER A, ENBE AR TFI3)~, NF-YB-
2BERTE TR AR A R B 0K o T Ik o 4 3
SALFEE L R IR DL R RS A AR T S S e B
BRI AT o0 T, R I R IE NF-YB21 3 B R oK i
PRI T- 521 52 fig J748 55 . Nuccios(2015)i i K14
TEABI AT 7 AL 11 I8 301 5 Y B 7K 8 Vi 5 S -6- B TR
fie 1) 5 K| TPP (TREHALOSE 6-PHOSPHATE P-
HOSPHATASE)i%E 2, SHL T TPPAE K M 1) 45
Sk, AE G SR AR TPPRE R RN (1) [ I, 84 T
HIhae 2 2k 76 KB S RIA GRS TPP I LA,
BEAI T ¥ W -6- T 1 (— PR 1T AR KRR B I BE (5
F)REE, WEIN T ROKMERE R R REREREE, PR T h
Bk, 2 SRR I B R R, SR
R REAH LG, FE R FOREE TR E T2 &M
(7= 32 H19%—49%, 1EM™E TR &4 N2t
31%—123%. Wit 242 f W IEAR, Wi T 3 L
BRI AIFE 2 M (Nuccio et al., 2015).

42 ERAREEFM

B[R 4 i BOR T BT S DR LR e A, 3E 4T DNAJF
FIR) B e VIBRAE N, & BFLHEHUE B AR IDNA
4247 () H i) (Doudna and Charpentier, 2014).

SN i AR B m R aT i RE AR E 1 . DA
CRISPR/Cas9 % 4i ; E WL g H A, CAEZA
ViR R . fERKRIEF S, CLV (CLAVATA)-
WUS (WUSCHEL)FIZZE %t 43 A= 4230 434k DA K 4
P&k, $£KCLE7 (CLAVATA3/EMBRYO SUR-
ROUNDING REGION-RELATED 7)FIFCP1 (FON2-
LIKE CLE PROTEIN 1)&—RHEkfE 591, %0
TS SE545TD1 (THICK TASSEL DWARF 1),

FEA2 (FASCIATED EAR 2)}2FEA3 (FASCIATED
EAR 3), JE@ BAHMH WUSEE R R IE, K
P R A AR E . W9 A CRISPR/Cas9
R4, X CLE7TFMFCP1JE 3 ¥ [X 384T DNATT 51l 9
B, TORS 40 R 4% T Ui R 1 3R A 7K, Pl L AEAE
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PR B ThRE, &k R R R, A oK
e A 3L A (Liu et al., 2021b). T KARGOSS
(AUXIN REGULATED GENE INVOLVED IN OR-
GAN SIZE 8)4ahd 4% ) B fof 2 R+, id Rk
LR AT PR SR I BURE, 72T R 261 T i m £k
. FFHCRISPR/CasQHi A ¥t T K 4 pl 1 3 8 5 [H]
GOS211)a 2T 54 NARGOS8: [A {5 128 [X.
BEEBYOZER IS8T, fEEARGOS8E A 1)
FKikeETtE. SHAERME, ARGOSST KA
T 54 4F T 7= 2 B E 34 0 (Shi et al., 2017).

4.3 SFiRicCHBNEE TR

Iy ThRic 4 BIiE & (molecular marker-assisted sele-
ction, MAS)Z 15 B4 1 Fric x B A 1 4R 1 2 PR Y
HEATIREE, RG-S B ARE: D S % B 7 AR id i 2
BRI R SR 2 H 3 ERL O 2 R 2 (s B 4, 2021). e AR
RV E P REENT T — REEFER
JARAC . RCERARANAE 1% 55 SZ B2 e S5 6k i . MAS
A ARYEDNAFT F1 22 5, PR v i b A7 i DR A G 4%,
HAAATE: (1) 0T B AT IR ) 5 R A Je AR 45
€ HARIERAAAE S 15, (2) X0 Bt 4T 4 i HLimy
R VR AR, PR R Ik tH B A H AR SR AR
(3) BEXT e I DR 4 ol () PR 7 iR AT I 8 (4)
REAE KT IS 18] PN 58 e K RURSE 07T 126, 48 Rk £ IR R], 42
PR . 0 R AL A A B2 R MR, MAS
AL FH A B (3% 5, 2023).

LE R B R G AREREF, DNAFRICHIT V2 B ]
PR . IR IE P 34 75 T (Ribaut and
Ragot, 2007): (1) HFrEFFIFuL$E, LHES T4
gt 8 M St 2% 7 B DU B R BUMER; (2) B
R, BRI SR EAEAMERE, HRRRSHE
etk B, BB R (3) W RIESE, Rk
P RA f R RIS SR AR G A 232 1 <2 S5 AR IR AE
G E MK SR ESEAZ D FHFERAL6-7M, H=4 ik
BERBE AT REME R, AR IR] A2 3k 4 AN 75 8] 52
2-41X, FFREI/INEDE R AE B 7 FARd, XHE
H R E N B R ZRKM293911) 1 1 55 PE Bt (R 3 A
Pm2b (POWDERY MILDEW RESISTANCE 2B)j#
ITHT AN SOk, @ BB NAFES A
828R 199 5 B i, M9 5 AT M e ) o £E I
AP E s A iU G R A Eval A AW e B vk = o g Tt

e, 1E3MNANF R BAE T SR A T Pm2biE B 15
N, VR T P E R AR E R (Xu et al,
2017). Bk, EFRAKFUR B R, WA A
7RS0T e 3 L/ S DU s A IR 21 i M B
B, P PR ERB AR R E KRR, AT
SR ILA R R A TR, B

tbAh, MASIE I BISE R R & B Fl, B2 A
I EB A REMEY) S A . Schneider$(1997)
FI A5 P FIRAPDARiC X K . (Glycine max)idk
TR, M R R AL A5 T 5244 F = A it
e Bk, AIE FOK LR 2 A R AR B R Jk A
REBNIA M=, A FEIEE DR, X
2 3 R 43 ) A B MR B TR A o R . B R
F N ZmVPP1FI ZmNAC 111 (54 3 X it 3k vk R 3k
17438, R8T 2R B IR FHEF MR 5
B7 AR RAH LG, 2P0 AR R SRR IR 1 FOK 4 R I
HEEe AR, LA ERE ERR L, Bk &
&, JFAE-rk 2 R R AR, RS B (Liu et al.,
2022).

44 SERARFFM

4= FE R 4 1% £ (genomics selection, GS)& Fh 2 F
T8 6 A DR A 1) v 8 PE BB R T DR Y, 0 32 2O
OS], AN E MU EAT (G T IR EAT I BRI BOR
(Nakaya and Isobe, 2012; Xu et al., 2012). wifit
LR B A AT B, B v B A T R R
IO PRIE AL BERE, U H I IE A% 7 FUHE I 52 1) 52 % R
BABIF TR, Sel 7 B A ARTE  E Pk
B (T L bREE, 2019). GSHIHISNPX A4 AT JE 5 Y
IIHT, FRGE G AR IR AL AR BRI G T T vk B A R R FH A
RAE#/NIQTL (Heffner et al., 2009). 5% Ak #%
AHLG, GSHE Ja SR A o m] AR 5 25k D] B o) 32 2 (1)
TOI, 75 B R 20 J AR, AN 2 B Tt AR 8 v 1)
JEAAT R AV 8 L, R A GSHKEE B FhRER At
PRI E MFEAR B . GSHEREB RN
RIENE, DMUBE R TRCERA . 2R BRI 103k
FERAR, IEH T M E M. Zhao%s (2013)F] H
GS 7 VE I TR T A58 /N R B, REE S5 3 46
Tok P 2% A8 o R (1 FROMUORG FE e v o SR ABA R BWARLAE T
TR PR A 1) 5T R4S 256 IE(Massman et al.,
2013), FFEAHEAVEYEAL B PRI A RO R 2
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5 EXRNEmMMHAELSHH

51 ERZRERRKR

TR FOKPT RN B B, KA E FR Al 2\ R
AU BEAT 1SR AT AT R BRI, R
JE HEH AR AR = i . 20134F, £ EFHEEA 7]
(AT IS A m ) R P d . T BRERI DL AP 5 BoK
m MPAQUAmMax. it i 4y 1 AR ic il B o B
FOR, FEPUHRNm FREFIMORERA F, S 7 2490
FLEEDR, RN RS A R A Rl A RS
Z b MR R RO o Al R S, Mg T
PR AR ZR ) B DR A TS AL o 7E T8 AN 5
EIRELT, XZRASH &R ZHREAT AL, BE
HCAQUAmMax 5 41 78 4~ & ZE Bl 5 3 J% i A AH L
AQUAmMaxE fR7K 2 1F T (2 0064 Hb ) (19 7= &~ 3
w1 tH6.5%, TEIET 1 T (8 7251t pi) 1) 7= & T3
i 1.9%. 3 BHAQUAmMaxZ S MANAE T 2464 F
R, 18 TE 5 %A Tt B 8 1 =3 7 P (Gaff-
ney et al., 2015). 20224, JeiEIA AR (B E 1L T-
S IEIA AR B A 7)) FoK PR 7 Fhnic fli Bk #51
THEM, HEHArtesian RFIPLA . Wi BREFIAHTRE K
KMo EXTIEAHLEL, 1% R SR Ok A 22§ 1
VL, dise W, @ 7 TRAM TREK™
o FRRA A (JE L #R A R )IF K I i 52 R oK
DroughtGard#fiy 4 & ¥4 ¥ & [ cspB (COLD SHOCK
PROTEIN B)#:[X, #£20104E12 H 3535 [H & 5 24 W
B R e T S AR AE P2, 2009-20104E (8], F
4+ F, DroughtGard Lt %} 8 i #'(Monsanto hy-
brid NH6212)18 7= 417.3%—11.7%. 201253 E &\l
T Ao LA ), 201 34K EE bt FL kN B IR oK
#1144 #.(Nemali et al., 2015).

52 EREZRRKRR

KRECIEEHZ MR KM, K aEHmEE
ANV B R B AR T3 7 10 44 58 it Pl KB 21958
DA B I T AR E ROl A BR A 5138 B 1 B K R 2R 5
1331, AFPHRO58HEI K. R A KL, PrlaMR. M+
BRI R AR 1331 B R R A v R
PEo Br ER RSN, REZES T HEZMILEEK
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A, e L2, MERAT7S . RA88HIE K369, N
PREE IR E TR BARE M T oTik. JRT, XLEHLR
anfP L E K Z A B M@, EEAEK AL
FRAEKEFME NN ALK,

6 ARRE

ERARAAL T B I DO R R, T 5™ HE
P T SRR B 2 4 BB R PL R B L2 A =
RANEHTALAL, H 32 EORAE S0 % Bl % S8 € M85
AT R ECE SR AR T IR RS,
TRINEEAT AN ER PR ER . B, JiRMEE
N—RR IR, ESERRAO A = i 5 32 2| 2
IR AOREIA, LA 52 A 2 F I ST R PR AR S (1]
SALWEC S B A SE B A ORE M E A,
B AR 2R, BB, Rk, MRS
(¥ AR AE B b SE B B B AR XA G o T34k, FERE)
PUS A AR E Z 18] AT REAF AL A F2 A LD, 35X
BWREARFEEDTFIER RN, AR AN E
o B AN . VE 2 ARV B AR R G ) AR
R BEROPURE, EHERIIEFRE. MK,
BB ) R ] BEPT R RN SR AECRIEAE
PR R [RIN B2 iR 1, SO0 BT PR ) PP AR
IR T E R B, AR E KGR R A
WETER S SEPR TR RARGE &, WIS TOKAe ™ AR R
FIBT AR, HLBRAE S50 % A2 56 A0 N T R BT 1L A
BT, 3 MG NAE K B PR HEAT S0 22 R 1 e e A
BB . A AMCESED R PL R LI BEAT IR
AW, PR S A RPN SR KRR T
[ () AR RIS 6 2R o 2 52 58 38 TR PR PR 4
F, WIEAE B AAGTE AR A BRIV, A E Rt
MRS H k. RERLRE 2T AR
FRELFRE XA, WA A RS A T )
G fEFFPAT KRB TR, RRSRERAPF
At A R R B, #OR & A0 B AR5 AR A 52 b
TR A AN, ERLEE EEREEDHE, 51k
BERE MBS ABOR, ST E A K RO

2, 35 B S IF AW R L B Ve I AN
KB AL TS A AR, A R8T H AT O E BRI S
R, TR E AR AR AE L S, Sk E
AN FEAR Y A7 B E e AT RS R FRARHS DTk -
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Genetic Dissection of Drought Resistance in Maize

Ziyang Wang, Shengxue Liu, Zhirui Yang, Feng Qin’

State Key Laboratory of Plant Environmental Resilience, College of Biological Sciences,
China Agricultural University, Beijing 100193, China

Abstract Maize (Zea mays) is the main crop in China, and drought is a primary abiotic stress during its growth, resulting
in direct reduction in grain yield and quality, thereby posing a threat to food security within the global climate context. At
present, global climate change leads to extreme weather events, which aggravates the adverse effects on yield. There-
fore, it is imperative to identify drought-resistant germplasm resources, elucidate the molecular mechanisms of drought
stress response, and breed drought-resistant varieties. Here, we review recent advances in the genetic dissection of
drought resistance in maize using methods such as genome-wide association study, quantitative trait locus gene cloning
and multi-omics analysis. Additionally, we introduce potential strategies for genetic improvement of drought resistance by
leveraging the identified genetic resources while discussing future perspectives within this research area.
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