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WE: M 55 A 09— £ 4 X E FHD-ZIP% & (homeodomain leucine zipper, [F] /& 57 45 M) 3% & R ER 3144
E8)A W 5 EAT 49HD (homeodomain)f=LZ (leucine zipper) 2/~ 45 A4 3% 28 %, . HD-ZIP K 3% €. 3&HD-ZIP 1.
HD-ZIP I1.HD-ZIP III. HD-ZIP IV 44 T %%, CAIA RN T X EAAMA KL F P RIELETZNOER.
AIATHD-ZIPR A5 R AFAHAY T id k. ATAAE KRBT E 35 64 w6 B 5 A 4 5 1342 69 o s At o, 8t
T84, HATA B EANFR 6 5 G AT T 3148, AR A HD-ZIP R & 47 3k B 693538 Fo 51 7 vA B4 % B TR
A b 1] AR RARAR I .
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Research progress of HD-ZIP transcription factor in gramineae plants
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Abstract: The HD-ZIP proteins which are a kind of plant specific transcription factor, consist of two highly
conserved domains, HD (homeodomain) and LZ (leucine zipper). The HD-ZIP family include four subfamilies,
HD-ZIP |, HD-ZIP II, HD-ZIP Ill, and HD-ZIP 1V, which play vital roles in the growth and development of plants
as the form of dimer. In this review, we summarize the function studies of HD-ZIP family involved in the
vegetative growth, reproductive growth, and response to stresses in gramineae plants, and discuss the
direction of further research, which provide basis for the mining and application of new HD-ZIP family
genes and the elucidation of regulation mechanisms in transcription factor.
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RAFBHEY) 2 T ZREIEMIRIE, Wk
(Oryza sativa). K K (Zea mays). /N %2 (Triticum
aestivum) K7 (Hordeum vulgare) 1532 (Sorghum
bicolor)%s. RBRFEEVHIFEEEMEKKE®
DA OG A KR E B 2RSS S A2 i s
TR A HEWREER, Gl s R E TR B
ZEE S RO WE RS, Hoh, HD-ZIP
PE MR A ) — R TEMD A K K E M
T N AR AT A B R Th e, 2 SRR A

=AY 5 NI |82 7)1 B IS b S VR SO
2 (Roodbarkelari f1Groot 2017; Sessa%52018; Gong
£62019). H A, HD-ZIPZ AR ST 78 32 B 7
W7 e A A P 400 7 7 o, AR B R R )
RABHED) F IR D o RS R AFHEYHD-
ZIPH#G s R 7 AE R ) A AR 8 A 5 o e

I#s  2021-02-06  f&E  2021-03-12
#EE EXEARERS(31670312/131870303).
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(RItF Ut P REAT B4, it — b 7R HD-ZIP ik
SR A= 2 T e S L R R I TR AL B 5E 1 4%
fifl, AEERM TS HEE L

1 HD-ZIPH: R A FHI4FAEFA 473 3

HD-ZIP# [ (homeodomain leucine zipper))& T
[F] 5 57 74 £ (homeobox) Z %, #&—JFSHE W 1) 45
SR, AL A v R AR ST 1) T U8 e R 8 4 3
(homeodomain, HD) 1 5% 2 1% 37 8% 45 #) 45 (leucine
zipper, LZ) 2N ZL (1) 7o F(El1). HD4 #4935 H Ho-
meobox & [K 4 ith 1) 60546 1 4N <7 & FL 182 #4 il (Geh-
ring 1987), $78 — MRk I =2 e gh 44, HrpiZ
WETANIIL A S 7]~ AT 1Y), 45 e TTTA A7 B 2 B T M3 e T
AL, BRHEIIAR 24+ — R B DNAJF 2 ADNAXX

* ®® P

HD-ZIPI NH2

HA-COOH

HD-ZIP II NH2

WELE 235 ) B ARV, ST MRS — it 1) T P Ny 5
NV FEE ST AR S MR B A, bk AR - BA - R i (helix-
loop-helix, HLH) % % % 45 & 21| H brDNA XUZ i
454 b (Violafll Gonzalez 2016). LZ 45 f4 3k,
M7 RER S H T R — MR R R, X
R TR B 2= Hh IR S M HE B 7 2 IR BE 1 41
], 35X — ZE AL ] (2N HD-ZIP 2R (38 i i K A
FHIE 5 — %8 /& (Landschulz 25 1988). HD 4 4 12, 171
TT45 - DNA, LZ&5 M3l Bh 8 i (1 = R AR, 24>
SERIRIL R R PR, 2R S AR G TR R 1, A
R R R IA .
MRIEHDAILZZE A I PP AR sy 1 AR DR
SEMAEAE . SRR G4 Y5 DhRe, HD-ZIPE
0 945K Jt:: HD-ZIP 1. HD-ZIP 1. HD-ZIP

HD-ZIP II

HD-ZIP I

HD-ZIP III
E1 RARMEMIHD-ZIPEBLEMFEIREEREE

Fig. 1 Schematic diagram of HD-ZIP protein structures and homology modeling in gramineae plants

A: HD-ZIPE & 45 M-+ & B, HD: FlRFA M3k, LZ: & RBAF4E 45 #3%; P (phosphorylation): & & 4t.1% & ; SUMO
(sumoylation): 7% % {t%,%; NTR (amino-terminal region): & & & Jk3#%; AHA (aromatic, large hydrophobic, acidic context):
F AR BRI 5 LxLxL (LeuxLeuxLeu): & R84 x % R B x % 2B ; ZIBEL: 4¢45BEL1 X B R & 45 #3%; CPSCE (Cys-
Pro-Ser-Cys-Glu): bk 2 B2 -1 R B - 22 2UBR - PR R BR -2 2B ; MEKHLA (Met-Glu-Lys-His-Leu-Ala): ¥ #5282 - & & BR - #;
R4 R R -7 AR -7 R B8 START (steroidogenic acute regulatory protein lipid transfer domain): 3 B B2 it & &% & A
B8 S 455 4 H)3K%; SAD (START adjacent): STARTABAR 25 #3% . B: HD-ZIP& ¢ ) JR 3242, N (amino terminal): & & /7 71|
R34, C (carboxy terminal): & & 5 7| BIL#% .
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HIFTHD-ZIP IV (K1-A) (ArielZ2007; MukherjeeZ
2009). FET-Swiss modelH i %t KA FHE Y HD-
ZIPPUAN Y S5 B 1A = 4R S5 R R AT T, 45 3 SR
4L F AT AE 2. % 72 ¢, HD-ZIP IFIHD-ZIP 115
[ = 4S5 f R N T R, TiTHD-Zip IIIATHD-Zip IVER
H =B E A8 1-B).

HD-ZIP 158 3 K 9 i X A7 1E 22 57, H 4R N
% ¥ A4 B T4 30 (Henriksson:2005) . f 7t & B
B T & IR SF HDMLZEE M3, 2K ks A
] & %L i (amino-terminal region, NTR) 1 ¥ & it
(carboxy-terminal region, CTR) I £ 7 — L6 {if 5 J
3 KA AN A A F (Arce®52011). CTREH Z4
AHA (aromatic, large hydrophobic, acidic context)3
F7, 123 e R 4 e 3 0 /R F (DGring £52000; Kotak
£52004); CTRAINTRER & A7 T 7E 1 BE IR A R 3802
FANL R, S 5 H R R4 SO (] 1-A) (Arcess
2011). 22 A & A0 A OMI HG At £ 5 &5 g 45
RIAAAE, 7T RE R 5 B0 0 5K JE R A2 ) 5 ) e
FEPER LA

HD-ZIP 15 % f A NOR 3 47 72 £/ 5F I LXLxL
2 K1 (LeuxLeuxLeu) f1ZIBEL (zinc finger BEL1-
like homeodomain) %5 #4358, (& 1-A). LxLxL 45 #g35
I T 5 A A B R e s A (Ka-
gale52010). ZIBEL % 14 58 47 /£ 7" BELL (BELI-
like homeodomain)ZS[E)JE R R A H, 1045
PR I 2 IR 2 B, HENIHD-ZIP 25 5 ABEL 3
I A] fig i 1 ZIBEL 45 k4 380 LA ) 23 5 M 1R Y
FLER A LA ] (Mukherjee3#2009). %1 5% ik
H I Cligih A — > SR 55 B & 24 R (Cys-Pro-Ser-
Cys-Glu)4 i [FICPSCEZE K, HE I 7E FU A0 5 1
PR R AR I (K1-A) (TronF52002).

HD-ZIP IIFIHD-ZIP IV & Ak 7 A%
AHTHDAILZ S5 K5k, 383 — A 55 28 [ i I A 45
4 HISTART (steroidogenic acute regulatory protein
lipid transfer domain)%E #J 15 (Ponting £ Aravind 1999;
Schrick%5:2004) LA % SAD (START adjacent) 45 {4 15
(K1-A) (ArielZ£2007). L4k, HD-ZIP T % &
L&A — A H 64 R 57 2 1R 2 B MEKHLA
(Met-Glu-Lys-His-Leu-Ala) 25 ¥ 35, 2 51k 2 F14)
HREA HE S B Sl e, TR SEYOLEE

FHAHCIE (I 1-A) (Mukherjee fl1Biirglin 2006).
2 PIEEMEKAEERE

HD-ZIPHE AN — R sk K FAE M A Kk
B R R R R A, WA 4 BE AR
FEF Sy BERL . FEYR N IR G BORARE . A
RE WK ENRFRE, EFEIRIE KR A RHE
YIHD-ZIP#¥ s K+ B A5 DI Re R s
21 SE5EYEFREKAERNEE

RAFHEYI 4y B8, 4y BEM AN > B840 H 78
—ERE e TR &, A BL E=AJ5 1
PR DLSE S AR = & — B2 B N AME & F0 L
PER)E e IR R e S AR o W 487 1
Iy BES BETE R A% s i@ AR, FEEFE AL
FILIR: HSFA2D (HEAT STRESS TRANSCRIPTION
FACTOR 2D)FILAI (LAZYI) (Zhang%52018b). 7K
FEHD-ZIP 11V 5% %5 Kl OsHOX1 F1OsHOX28 (ho-
meobox 1 Fll homeobox28) i it i) il HSFA2D-LAI %
15 FN AR N Y5 A 1K & (indole-3-acetic acid, IAA) & &
RV AR R Jm oA, AR5 45 B B2 1R
/NHuZ52020). 7K FEHD-ZIP I 5% % 5 Rl OsHB2/
Hox9RNAH: 5L KM vk 5 B AR B ARAH LL, PR
R, Iy BERR /D (AiSF2014) . 7E FOKYIMEATEY)
o R IR A, R A AR A B AR I R — AN
PR (Doebley251997), T KHD-ZIP 13 5 jk Jik
(K ZmGTI1 (grassy tillers)i8 i 2 35 25 A HR A0
M A= 23 A A R R P R A 40 BE, LR IA B A28
5, B2 LR — AN 8E 45 3L K TBI (teosinte
branched 1)1z #|(WhippleZ52011; Wills%5:2013).

I E 2 — RN TAEVEDY, @il
BEAMAK. oRMS L AEDENEK KT
AR, EAEY) A A iE s T RS AN T BRI R
JKFEGHD-ZIP L 5 5 N OsHOX 481t 2 5 7 B &
(gibberellic acid, GA) =W & B AR I i 42 $0) i) 4
VIR N AR F K RIS AR AR KT R, OsHOXY
Rk 2 T BUHE B R A IF A Bl 5> BE S E B34 0
(Dai%52008; ZhouZ:2015), /K FEHD-ZIP 113 5 ik
OsHOX13# i 34 10 Ji ¥ 1 /2= 20 i A A2 25 R il
I RE ) I 0 A K R A BB, AT
HEJE T %2 1 i) (Scarpella25:2002), HD-ZIP 11
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#=1 AAREPHSE5E KL EWHD-ZIPER
Table 1 HD-ZIP proteins involved in growth and development of gramineae plants
NI BER 44K W ThiEE Ly S 3Lk
I ZmGTI ST BEEL EP/N Whipple£42011
OsHOX4 WA P AN o) RS IKF Dai%$2008; ZhouZs2015
Vrsl (HvHoxI) i) FORAER M K B Kz KomatsudaZ$2007;
Sakuma%$2017
OsHOXI2 I K FE AL R IKFE Gao%52016; Shao%:2018
OsHOX14 K FETEREA IKFE Shao%%2018
TaGNI1 SN = INGE Sakuma%$2019
Il OsHOX1 N GEKERI IKFE ScarpellaZ§2002;
W BEMEE Hu%#2020
OsHOX28 N FEK R IKFE Hu42020
WA BEM
OsHOX3 P EElNET IR ENAN IKFE Chen%2019
11 OsHB2/Hox9 VAR = R 43 BESL IKF Ai%52014
LF1 (OsHB1/HOX10) Z 5 R EANERE IKFE Zhang&§2021, 2017
OsHB3/HOX33 5 KE IKFE Itoh%2008
OsHB5/HOX29 z5H0FKRKE IKFE ItohZ52008
OsHB4/HOX32 S50 R E IKFE Li%%2016; Zhang%:2018b;
I Hf BE T B Chen%%2021
v OsROCS 2 i KA Zou%2011; Fang452021
OsROCS 2 it IKF Sun2020; Fang:2021
ShOCL3 TR HEFR T8 32 T R i g Dwivedi%$2014
ZmOCL4 I B AR & 0 oK Vernoud%:2009
e 4N RE /b
ZmOCLI Z: 541 0 BE G AN EP N Ingram451999; Khaled4%
HHPRLR 2005; Javelle%52010;
Depege-FargeixZ£2011
OsROC4 FFACIE 55 K] T IKFE Wei%2016

W2 ZX R OsHOX3 3 s Rl il ik i 1 A 8 = AE &
i, s KRG A R 2 AN AR B B R
EKKRE; ZRBARNIEGAKN B3 K, DU
AERME XS RE A, 7E2 ] e SAMA AR T B =T
()2 K B, RER /N, BRPR 7 BE A H A — I
FEEH 2D, B AN AR T B A, WA RIRL B A,
Tk T [ (ChenZ52019).

MR Y RAT GG R R R R 2
YER IR E B, OO, TEA. BRI A5
FEAE 2 520 G Be R FH 28, gk Ty sz e /K A &, (Rt
AR IR R EE AR —. M
FrkR ah kAR T 2R T 4 A 2H 24 (stem apical meri-
stem, SAM) ¥ B, v FL - T il ) o () -34

2t e LA R 3 -5 A 2 1) S5 34N 7 1) 46 AN 0 AR
R RN = o s (B A P ek S, v 3 - B 2 1) £
o U A I T A R R A B O AR A,
X TR A5 T A R DT B R 3 ey 2 2 AR
[K] 2 6] F) 5 B0 ok 2 47 1) (Moon flTHake 2011), #ifF 50
HiE, HD-ZIP IIIAIHD-ZIP IVS 5 & K
Hid . KFEHD-ZIP I 5 A 5 H ), H
OsHBI/HOX10. OsHB2/H0X9. OsHB3/HOX33.
OsHB4/HOX32#E SAM & & [X 48, -5 J5E i et 41 i
DXI L 20 5 X3 DA B A o 30 4 A o IX el K
1M OsHB5/HOX29 R AE ) iz i 4 2R X 38+ 2 1A (Itoh
££2008), HD-ZIP I % 5K -FLF1 (lateral flo-
ret]) (OsHB1/HOX10)if ik B #1#% OsYUCCA6 1]
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FIE 5 A K F oA R GERE KRG i - 3 e
W HER B P i — D R ILFL o] DL B 4%
WIS LITTLE ZIPPERZ 53K OsZPR4FTHD-ZIP 11
FWFIK OsHOXT 171k, 3 HOsZPR4FIOsHOX 1
Sl SLF1E E BAE, TR IR = SR AR LLAHILF 1)
R (Zhang®52021) . T A7 ik microRNA166-
resistance [ OsHB1/HOX10. OsHB3/HOX33 1 OsHBS5/
HOX29, TR T BRI 2 28 AAR SR i
F (1toh%52008) . i 1A OsHB4/HOX32 4 i HL %
FiiEAR R, BARIERE A, I
PRESE L FEARE N e A 1E SR BRI (LIS
2016). W51 K I OsHB4/HOX32&microRNA 166
FEER, B4 BT B, microRNA166-OsHB4/
HOX32n] Geidic 5 i 2 bl & U L Rl 3R IA,
2 51 15 Y1 B 1 T RN 455 40 24X ) K E (Zhang
£52018a). 3 — LW TE SimicroRNA166-OsHB4/
HOX32:8 it i 45 4 B B 1 & B R 52 KR8 2 1)
HU GRS . OsHOX324% X ¥ EL 4245 & I A HE BT
Jiii & ¥ (cinnamyl alcohol dehydrogenase, CAD) 14}
4K A (cellulose synthase, CESA)FEH & 51, 111
13X P AN FE [A] 1) % % (ChenZ%2021) . OsACLI (ab-
axially curled leaf DTEW it fl ARG K &
AR ORFE R AR, i RIEOsA CL- 12 k3 b
T VDR 8 5 B AT /N3G, 5] - v 3t Al o 25
H1(Li%%2010). OsROCS5FIOsROCSZEHD-ZIP IV
TR SRR 1, T P A 3 DR 1 R e s 0 o) B
T TPL2J¥ it s 4 52 & 9, B 45 & 2k g
Mk B IE 4% KT OsACLL A 8 1 | I3 He %
ik, B R F R R B (Fang%5:2021). OsROCS
HMIOsROCS Fk D] ik 2k By it v 30l T v 4K 248 fi 5 H
ARG DN, & Bt B 4h 48 1S %18 OsROCS Hl
OsROCS 3k [R] s 60 R 41 i K 5 R0 K /N B3k 2>, i
B NS BRI BT fEbR S BRAL. B AOH
WL /N5 T ¥ 5 B AR BTG 72 53 (Zou%52011; Sun%s
2020). [, FJHOsROCSHIOsROCSHE: K #E 4T 1E
VIR, A8 38 N v B P 2 At N Rk, AT ER)
N FH A5
2.2 E5EMEEE KA BIEE

TERER R AR ARMEY) P S B K 3, 5T
TR B AL LA B T3 mb R = . KRS

HD-ZIP 1 % % OsHB1/HOX 104 5% R+ AMY & 5
MAREHRIKE, & EEBE KRGS AR H R YR
SR OSHINI KIS, 1A A HR R, 25
IR R B (Zhangd52017). K Z2 A RURI /St Y
HAEARY F2 A — AN F LRI HD-ZIP 125 Vis] (HvHoxI)
P, 1%k N AR B At R AR R AR g N
s F 71Y (Komatsuda 25 2007). 98 % W] K 2 Vsl
(HvHox )5 R B TR A AT U — A B s 1R B e 2
AR IAE A, PR AR, ARG K, Tk
G, 78 Y 4R 5 (Sakuma$2017). 7KHH Os-
HOXI2H1 OsHOX14 12 Vs (HvHox 1) {f) |7 6 55 K],
RESIEALT 2 = ik . HOXI2FIHOX 14% 5%
[A 18 it 45 & 7 EUIL (elongated uppermost inter-
node NG 8+ FETE RIS, SEHEREN I
il 7K G AL H (Gao%52016; Shao%52018), 3%
IRIX AN R ) o S B AR AL, B R EJE
TR G A A R B, T BRI P RS I 4%
#, IR K B /K 78 7~ 2 (Shao52018). /NMEE
P e R B B R A, T AR HO /N 22 A
A g B B, /NETaGNII (grain number
increase 1)7& K7 Visl (HvHox1)%E R 1) [8) Y5 JE [A],
E /N RT3 1T /N6 DL RS 70 A6 7l b ks e 3R A
AN R B AR D BRI ThRE . FE/D
F R AE BRI FE R, GNITES R 1) 30 & 1R
NFE, AT B AT B /N AEHOR R B8 ) 3 T, X —
S5 R/ GNITHE R R & 5 5/ NEI) /N E
B RLE S AR O, 1k TR ) AR BT ER R
Z I/ 45 SE % (Sakuma§2019) .

SR H LR F 1 R A L n] REAEAE IR Y
BRI A S e, Hd a0 745 R
FEREEY AR EEE A, BT
VSRR, B IR ARk s R A R, I
PR H LR BV, B S E B L. w3
HD-ZIP IV 5 3 [N ShOCL3 3 5 145 S AE IR Bk &
o D W@ e 351 S N 5% =Ty R S BN
HUE IR IS . B IESPOCL3E [ 5 31 W] F
T HUE R ABHEY) AL IR A 2 T A, $25
B IRV R Ay, S 9T RL 5 5T (Dwivedi 552014).
K AKHD-ZIP 1V 55 Rl ZmOCL4AE R U1 E 57
TEAMATESE R R R, gt Ak i
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FIAE 2524 %= N B IX IS 7= ZmOCL4HE R [ 22 15 7] g
IR LS H R B MRS E Hefitll. ZmOCL4%:
PR 5% A8 2> 4 i) BRI R B, 52 9 46 24 41 i B
(153 24 5 43 4 (Vernoud 25 2009) . & K HD-ZIP IV
KRR ZmOCLI (outer cell layer 1)§7 7 AE AR R
B b Rk, fER IR B RS 2
5 7 2 19 /5 F (Ingram 25 1999; Khaled%52005). #f
Ft R IMZmOCL1 % 5 R 7142 7 il 2 A IR Tz Ha
AR A G B R 3R IA, 2 5 M W) 41 I BE £ Joid /=
HI A AR i R IAZmOCLIFE R A | &
A4y A 5 4 (JavelleZ5£2010) . ZmOCL1 54 55
A7l i il 215 ZMM4 (Zea mays MADS-box 4)
N EIAFIAEDLF] (delayed flowering 1)iX 16
AR T, EIR i R IE ZmOCL1 K AH ¥k 1t 16 1
(Depege-Fargeix%5$2011). #R1f, KFEHD-ZIP IVE
JHROCASE — K [ JE i 2 12 (0 DT AL 3G 5 A 1, 3
L A0HN Ghd7 (grain number, plant height, and head-
ing date7)F X EHE K FGHR FITAE(Weids2016).

3 VAR IR AR A )

A AE B 44 (1) AR K 8 P 2 388 21 22 o il [
RS2, AR E A, A I A R R
ARG 5 A H IR I R BE 7T, PR AN IR B
FER H S MEESREASMNEKKT, ik
BB AEMAE KRS
3.1 AR S A8 BN B

T5. KR s s SRR R AR &
A B AR A a R 2R, SN T R A R B
WEE, AN 2GR M R, B4, o1
DLAAE I AP EZ AR ALS] . HATSE 7™
2 5 AR LE W 3 42 X 4% (1) 2 [ (Gong 2015):
BRI R, BT FRIE & A S N B
S TR TR AR BT AR 11, I M O DR ) B 4 R ) LB
Z: 55 50 ¢ 1 4B A0 AN A2 2 i B (Nakashima 55 2014);
BRI ER, KR a2 gD KT
(R EE IR, B AT R U R — R A R g AT R
FISE T HFRIA (Harris%2011).,

e S [DR] - L 4 Ve 87 306 353 3 P 90 Y A
+, IR R U A A DGR R AR A,
HHD-ZIP % 55 [R5 08 4 6] 300 55 3 1 1 %7

ALK MR 1T AR TE I R A BHE A h 2 5 30 5 )
8 [ HD-ZIP % 53 [ 7 (£2). /KFEHD-ZIP 15 Jii
AFE14NEEK: OsSHOX4~6. OsHOXS. OsHOXI12~14.
OsHOX16#1 OsHOX20~25 (AgalouZ:2008), H
OsHOX6. OsHOX22F0sHOX24 /230 74 7+ it v% 12
(abscisic acid, ABA)i5 S AT 7 Wil 5 S L K AtHB7
MIAtHB12{) [R5 55 K (Harris22011) . LB+ AtHB7
FIAtHB12 38 38 75 °F % 3% [ PP2C, (protein phos-
phatases type 2C)f)3K 1A 2 5ABAfE 5 1% FHIABA
AW G AR (Valdés252012), 3+ 5 a1
Y 4 K (Olsson252004) . OsHOX22 F1 OsHOX24
S ABA R AEY) G L, I8 ABAS S G 5163
BHS 5T A 1A 1) B (Zhang 552012,
Bhattacharjee%52016). #iff 7% & I AL+ 05 & b 72
W R IE OsHOX24% % JE R /K FE 0T AR A= W) i ie A 5%
T BB, AR ABA AL FE 5 80 AL 0% T 32 4.
B P R I KA G K% R R0 R TR AR A5
TR R EE R A T AR 4k, X I 7R OsHOX24 8 5
T2 5 N AH S L R 1) 4% (Bhattacharjee
2:2017). KAEHD-ZIP IVIV 5 R Os TF 1L it %3k
fem U TR SR SALSEAHEERE AR
WG R R R R IR K, DT 98 T BT 5 RE
(Bang%52019). Jf H., %W Kk OsROC4idE 1T {2
KRG B 0 ot A A B s S A R
P R4 /E F (WangZ52018)

T KHD-ZIP 155 % Zmhdz 138533 ABAA S 1115
A% T I AR ) R A R A8 e B, Zmh-
dzIE 7K T o o 5 3R 1A 23 3 5 0T AR ABA (1) UK
P, SRS 0T B e i 52 M (Wang552017) . AHR &
KZmhdz4 1 Zmhdz10%: R 7E KRG H i RIS 1
g 0T - 5 K BB RS2 1, B VR I B
P, B LR RN E(Wu2016; Zhao%:2014).,
1X 3R BHHD-ZIP 15 i 2 D5 75 1 2 A 0 0] 5 B £k
e e ROEFE R L T iR E R, W RES S T A
(7] (0 AR ) 285, AH A2 2 IR L g AN TS 2

/NFZHD-ZIP 1 5 [N TaHDZIPI-2 . TaHDZI-
3. TaHDZI-4 M TaHDZI-5 3% A% i iy i A - 5 i ia
7 5 % (Kovalchuk?%$2016; Harris%42016). i3
ik /NFE TaHDZIPI-2 R TaHDZI-5 3[R 5. 2 1 i [ 4%
BN B R AP OR e 7, (R E S0 R Ak
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Table 2 HD-ZIP proteins involved in stress responses of gramineae plants
JaEE HD-ZIPWRE SR 2K FEPRR IR ALY P TT 2R
F& I OsHOX22 IKFE IKFE UIRIEER Zhang%:2012;
BhattacharjeeZ52016
I OsHOX24 TKFE IKFE B % Bhattacharjee242016,
2017
I Zmhdz4 5P/ IKFE B WuZ52016
I Zmhdz10 K K& 1E Zhao%2014
1 TaHDZipl-2 INTZ INTZ eIkt KovalchukZ52016
I TuHDZI-3 NG N B YangZ%2020
I TuHDZI-4 NG NEEL KR B Yang242020
1 TuHDZI-5 INFE INFE eIk YangZ52018
v OsROCH4 7K FE IKH 1B Wang%52018
v OsTFIL IKFE IKFE IR BangZ$2019
Ehit I OsHOX22 IKFE IKFE il e Zhang%2012;
BhattacharjeeZ52016
I OsHOX24 K& KA Ui Bhattacharjee5:2016,
2017
I Zmhdz1 EEV/S IKFE Ui Bt Wang%5:2017
I Zmhdz4 BN IKFE 1B Wu%52016
I Zmhdz10 Tk IKFE 1B Zhao%52014
i I TuHDZipl-2 NG NG B % Kovalchuk%$2016
I TaHDZI-3 INFE INEL RFE 1E YangZ52020
I TaHDZI-4 N INEEL R 1B YangZ52020
I TaHDZI-5 INFE INFZ iNEEe YangZ52018
] 1Y TaGL9 Nz VSN N~ 1B KovalchukZ42012
=il v TaGL7 N INFE 1E Kovalchuk%42019

YR, BFEHEEEN . TR IR AR a8~
R, B oy vy A 31 s AR 77 o (Kovalchuk 252016
YangZ52018). R4 H Al o 7o ik Bow, 2 A Fh
DREB/CBF WV 5% J% % 5 DA ¥ Jd ok i 757 300 B3 B % 1
Ui 5 DR A A P ot 1 AR S ) AR I R, AT B
e e R ) O U0 (Ban 8520115 Sarkard2014;
Agarwal%2017). /N&Z TaHDZ-3MTaHDZ-4)3 )1
UK /N2 CBFSLEEIR (W3R, $iim 1 iR /N2 %))
PN IF B /N TuHDZI-3 M TaHDZI-4 )5 5)
TR 3 K2 DREB3JE K 1 3R 1K, #& i 1 R K
F PR R R . B R R HDZIE F T 5
DREB/CBFH: [N 45 & vl T3 3L R 45 28484, PAek
0T R AR P e i 52 1, ek b R R R 4y S ke
AR R B AT B 1 47T R (Yang £62020) .

A RA MG B R BN Z el N A ar Rl 2
W TP AL T SCRFRIE R, HE 25 A B 228 7010
MR . B AE BT EE 75540 0T
R FEKHD-ZIPEE A, 78 TEAFRIH AT 2 5%
1R ZmHD-ZIP1~55 %% [R 32 15 7K ¥ F R 18 155 X
ZESPE . EETFIAE AR i o, 12 8RR
FWEA KEMIENE . WENE. ENEMK
H AR Th e v B o, 7R £ OKHD-ZIP 4
DRI R AR 2B K R 8 R 3 g I+ 11 2 47 2 FH 25
5E LAl (Zhao%52011; Mao%52016). A FHAM15 &
ORI T /NZEHD-ZIPHE [R50 B 53 (AR AIE K J Ak
KR, B2 T4 ETUAR/NEHD-ZIPEER, 4
TaHD-ZIP1~46, 3845 | 137> & i 38 m 3 25 K] #1116
O e SENEIVE SR F 7 E a7/ i S =R
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REAIE 70 1) e ide HE R, /DN 22 i 6 i 52 84 o0 R 32
7 B AR 5SS, A BT AR b de e R 1
FHLHI(Yued52018) . X KFZHD-ZIPEE K 5k thidk
17 1T RGN AE B hr, %08 T2 EINR
KFEZHD-ZIPK: [, i %4 NHvHD-ZIP1~32, W 5T T
2% 5% MR RIPE AN () 3 g o J9 R A, 4% SR 3R B
25 i J25 R A A [7) 2H 23 o0k A () A 4 P Ak 21
(5. %, )y R B A B2 57
KFE VT FE DR TEAR Hp 2 A H X - 5 Pl A 1 e AUk
P, T 74N Jk DRLAE I v DU) 5 B0 L 56 94 2 1) s U
P, H.HD-ZIP IFHD-ZIP IV V. 5 % %2 8 %) 35 4E 1)
ol Ak B g ) S B B S 5 T HD-ZIP IIFTHD-ZIP
TP 22 (Li%52019), HJRPA 1 TR 7T .
3.2 BT EYRTE M B I R

TERAFHEM K K E SRR R, B A
HREAAESEREY 'R RER K. BT
W58 57 — LeHD-ZIP TV 3 K 32 B A B 3 47 e
HERE, HZRERNE3 7RI HL R R
15, Z 5MBHNZ AL RGERE . T8 AEY) & Rk
FVE R 1T, $ A At B ORI B R L B R
i1, FEAE R BT A E B AR T B AT AR
EEINIER

AT A H /N 0~6DAP (day after pollination, 52
#1JG RE) B RLcDNA S 2 i ik 2 —NHD-ZIP IV
FEK TaGL9. GUS 23 4L 1 7 7 78 % K IR /K F
ZINFE R OR 22 v S 52 TV i R 2L A0 2 S P 3R,
DRI 1 12 356 K] 1Y) 3 30 B R A S R i i A i 78 R IR
Jif 4 5 A 2R i AR e R TR, ST REAE S T 45 R
JEFL IS 1 AR R IR AR AE 1 Tk 2 R AN 329
J B 47 4 1A 2 T A (Kovalchuk2%2012), TaGL7
FETaGLYFIYFHRE ], 125 R 52 BN LA A 5 i 2 Tk
TE/NZE I OFE R R B B . TaGLT/E 4% 5%
BRl - 0 DA 1 i B 08 12 H AR DG B[R], X L
KN 2 55 95 1 B A 36 T JoT DAAE 2 52 457 10 24 P e
Fl 5 J2 4 2 (Kovalchuk52019) .

4 A5 RE

HD-ZIPZHa ) R A (K 3 s I 1, AEARE I
AR E R R EE AR iR Y H AT
WS, [Al— SR SR 3 DR AE AN [F) 40 R o Zh g

FAABL, B RS A S R TR RS MR
FtE LA R IA R R 2 BB 2= Rtk . EREE
KR B I R R — 0 55 0 F 7 R ) RE AN 58 4 A
], %1 W1OsHB1/HOX 105 5 K F AU = 50 4= 45
BEHMRKEES S/ NERKE. 1EF—H5EHE
AT R IR S5 K IR R 45 07 SO AS AR R,
W/NEZ TaHDZI-3 1 Ta HD ZI-44F AR iR A 26 i 38 A
YEIEREAE L, 1 /N2 TaHDZI-2 F TaHD ZI-5 17 A%
AN ER B iE R AE R IEER . R, 2R
HD-ZIP#i B K. #rhae bl k= 5 1R 4%, 1X
e SR B N2 AR N IR 9T
FEXTHD-ZIP 5% 1 Jik PR 45 7 A0 ) e 1) i 7,
K& T HDALZIX AR I S A0 35, A AEVF 2 1)
REAF 45 78 BICR A1) S A3k, 491l HD-ZIP 158 jik 5
[R &5 ¥ - FINTR A1 CTR & 4 ¥ % 4011 Ty & ; HD-
ZIP IIIFIHD-ZIP IV 5% i — AN g 5 25 [ B i A 285
4 W START 45 4438, {H 2 e A1 R ¥ I B ARk D g
Fe¥28. oh, A — e 5HLIRIE . KR,
el E Gy ISEYVESY PN W (W VS 853
AE F R 7 IR R 45 & 07 A, (HX e 45 A 47 SR
DIRet AN+ i 28, A fr Tk — 2t
FEAESE R B 5 A AR A DR R AR pLE .
HD-ZIP 58 i 2 [R i 1o 8 N Y s A% (5 1S R 41
PG5 N T U ARG R R RIA, JE BAH AR
A Ak 35 B AT R 4 A A 1 AR KR B R IS B I
M. o iSRRI R N S R, RHE TR % N ik
DRIE H, (RIS 1 mT i 52 At b S DR v i 4%, sl
I FAR A A 3R R IR, BRI, B S R
TR DR SRR RN B ) 2 IR AE VR L O 22 G s
BT AN AR R H R T AR
F ST HD-ZIP % 5 R 70t Fu 8L %2, RAFHE Y HD-
ZIPHE s R R HLH T Fe s, 82 E, Fit
TR E R BRI . HD-ZIPWfi S 515
S IEAR, WA N IR RIS S B NERIEE S, b
Wik i A A TR R U T e R R Kk
HAEEAXN THERFX—REEAEENY
Wi 23X — ZR IR 1] A, 35 75 B AATTAS I g e
HD-ZIP# 35 [K 12 5 {4 %t 18 35 i v Jo2 A&
Nk A, I BB S S B RN T,
TR EMNEA IR RIS . BRI, 7FEAF]
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MG %I A T R A B R Tk T e R
TEAC AR . DRI S 2 DR X 8 A R AR A
AW Bl 36 B LA IR AT T, A BT
DN 7 246 B Tt b i SR R AR A AN BOR F 2,
i DR TR AR v A 0 AR A AR A P Bl A Y i 52
P, AT AR R A it IA A MV R A

9 B BB AR YA 7 OB, R AR
Y RA HER L TNE, IRAWT FORABHE Y
WA KR LR RERA EEE L. 4k
fTik, RAEHE Y HD-ZIP 5 ik 1 58 QL HUS 17—
SEHEE, NI BT HD-ZIP 5 R AE A ) A A B AR
O 8 B AR T R SE I DI REBEE T R AT A
fifh, EHAFE AR F S5 M. A EAE. BRI
WIEHLE 5 55 IR ARy I A, {515 4k R
YN 3P
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