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Abstract: Abiotic stresses severely hinder crop production and sustainable development. Exploring the molecular mechanisms of crop stress
resistance and mining elite stress-resistant genes are of great significance for food security and agricultural production. As an important food
crop, hulless barley exhibits unique advantages in stress resistance, and its wild relatives possess abundant genetic resources that can enhance
crop tolerance to abiotic stresses. Combined with the molecular mechanisms of plant resistance to abiotic stresses (drought, flood, salinity,
low temperature and high temperature), this paper reviews the research progress on the functions of stress-resistant genes and stress resist-
ance mechanisms of hulless barley under abiotic stresses. Further studies on the stress resistance mechanisms and mining of stress-resistant
genes of hulless barley will help guide breeding practices and improve crop stress resistance to meet the challenges of agricultural production
brought by climate change. Meanwhile, the genetic resources of hulless barley can also provide important references for stress resistance
breeding of other crops.
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1.1 ABA #HXiEE

TE Gk K 25 T & BUB % TR (Abscisic
Acid, ABA) 1 77 1, ABA BEAT 5% (R 47 41 90 0 2
T 58, ABA Gl b § R 7 MUE 37 g
ABA Wi S W TT A 42 1 il Ak B 33k, AT
HTAR A HLE Y o Zeng FHH R BF 2 T RE
S EREFBRHIERNS ABA A9 & R a0
Ko LE N g B 9T =X FF AR B B I R XU A g
(9-cis-epoxycarotenoid dioxygenase, NCED) [
R, HiiZz5 ABA FERESE SR A
ABA Z R B B Pk /P8 7 4 4 (Pyrabatin
Riesistance/Pyrabatin Riesistance 1-Llike/Regu-
laroly Component of ABA Receptors, PYR/
PYL/RCAR 3 ) LA ST Ui 500 2 1 - e AR
K E#-1(Sucrose Non-Fermenting 1, SNF1) #{ 3¢
WG, Fan S5 EF A SH o ak FEET
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B . Wang S50 X B A 22 i i i) i K] 2
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Pt . ROS 2K 23 5 SO0 M B, 40 f 2% 14 5 4R
520 o () B ST 0 0 R i A R T . 4 i
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TR ) QTL X4, I8 € 1T 5 otk & W Hl
AT S & A CH QTL, Templer %M
AT T A3 4 G B 73 AT (Genome-Wide Asso-
ciation Studies, GWAS) , - #5/8 T v-4 & B &
o H R B e 0 A AR A M AR 3 Y (Metabolic
quantitative traits locus, mQTL), X4 mQTL
5 R VTR OC L OF 5 5T A AR R A P & ik
fi R B2 iR M R 5% 72 B ( Homogentisate phytyl-
transferase, HPT) #1 4 Bt H ik & F ( Glutathione
Synthase,GS) , LA K 8 A3 I 52 285 v o) — b oG
it 2 AR A il 1) g A PR 3G G . TR B 5 AU B
ARz R A g Y P v T R 5
PHRIRY . 5T REURKKE ML PR R
TP A D6 T IR R B R AT A O D Y A
B H BEA) FE 42 . Zhang 52 E N T 5 T 2 A
T A W Tl A S A A B I AR DG QTL,
JFEE T 6 M mtthit F ALYy B A .

i R A e R 2 s W AE T R
Ja W RV RRAE 22— ZE oK 240 T AT LB S0
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e B e B AL R B BREG i k. EEA
PIEEN S5 H b, 8 — 2RO B s
FL L AN Z K UVRS (UV resistance locus
8) EAH G B CP5 8% M M 48 1 I8l ( Calci-
um-Dependent Protein Kinase, CDPK) | 2 & iR /
J1 R R B 11 B4 (Serine/ Threonine Kinase-Like
Protein, STKL) . L Jz FAth 26 B ) 15 5 94 35 A
F L anZE & g 4E A B H (membrane steroid bind-
ing protein, MSBP) 1V 1§ & & i 1§ (Spermidine
synthase.SPDS) ; 5 R $F T IR H .
g 4G B NADP-3% 5t 12 i (NADP-Malic
Enzyme, NADP-ME) Fl 75 il fg Jii & i (Pyruvate
dehydrogenase, PDH) , 75 H & & &t 2 08 1 4= ¥
B A G AL S E R E R C4 8 B AR
A AL B (C-4 sterol methyl oxidase, CSMO) F1 &
R % 2 £ H ( Amino Acid Permease 2,
AAP2) . i BR ROS BEAT i 75 B B0 IR I 1 44 8
Ak b R B ( Ascorbate-dependent oxidoreduc-
tase, ADOR) | i il & i ( Aldehyde dehydrogen-
ase, ALDH) % Bt H K S-¥% % i ( Glutathione
S-transferase, GST) Fl SPDS, 4 57 25 [ Jii A1 J )
R g PR 7 1 A AN 38R ) HSP17.8 (Heat shock
proteins, HSP) #1 i 7K & -3 ( Dehydrin 3,
DHN3),

FET BRPT R T G, Hoar 2 o A
AR G A A B 5 AU D B A 2 AE T
PEOT R AR AL T — B R R E Y T 5 D T
EEARERR, ZIERRGNA T HE bE b 5750
LR VOCS B LG T RO 8% FL/FL R
JefeaE PE R NPQ. 7L E I A RFD) Ot A <k
LS CGEBHE R ERARE G, UL F
A R Y 5 M R (ROS) B& 285 7K F 5 4% 0 1
febR Gl Z A E R AR R IE S T R IEARAE N
YOS E Rl A Wy br 3 0 0 T SRR 5 N A M B
HE— 20 XA R 0 5 A G 7R R OT R T R
B A BT B B sk 2H 2 o BT L 5 G AR [ 4
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B SRR DGR LI M A AR KR S KR
RUFE B B DG IR 114 O S ) 455 56 DA RS e, O ot
AESRIE A T HoASPR . HoHAB1 255 % 3 X
TEVHEE P FE P i O AE . B RS AR
NI SR 7 2 1 R G 8 T & BRI X T
38 A 338 AL A Ry R A R H Al i 2 R
BREW RPN 5y T &5 F TAESR AL T 8 2 Y
R0 B UR 5 B S

S, SH=
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k5 25 3 BUN W) BIOHE AR ) 0T AR RO S
YERIRE 1 7T 68 25 I Ol e 46070 T B 75 BR LG HG Al
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AJ PRt R N A 50 %607

HEEF 38 2 W T M A M RE AN ot g
(Xyloglucan Endo-transglycosylase, XET) \NADPH
A fLHF (Respiratory Burst Oxidase Homolog D,
RBOHD) . 4 il {2 I3t 32 B (Pyruvate Decarboxy-
lase, PDC) 19 & ik , £E i &7 & F v O8Oy | 32
B 5T R B T BRAR T Ol A2 it 7 i 3a
J& . PDC, ACC (1-amino-cyclopropane-1-carbox-
ylic acid) E AL EEA GST 7EMH 85 i Fh P & B 3%
T AN 7 R . GST M ACC &AL Il 5 fir
TOHE W 7H e AR Byt i m )y QTL X
S WA KB GST # 7 T 4H 4 ik
EFYL PDCLACC EALEEH GST 735125 ATP
(Adenosine Triphosphate) = 4. Z % & W A1
ROS W BRigs#27,

TEAL R I+ A BRI BF 5 b A B, B8 1) 2R K
i 1 > JDE 24 B2 R & R (Cys-Arg) N 3 34 42 3 1
7 O B %) ok A S 0 e s R S AL AR UK
AR A A AR . U R U o JDE 2R (N-ter-
mina cysteine, NtCys) /& — | = g A Fa @ 5% &,
FEEH N I cys FREEA 5 A AL AR5 DR E 1Y
E3 # 4% i iz R AL, IF A & B R RE R 0 B AR
Rt NtCys 2 AE Y 1A N 82 0 4R B e . Nt
Cys £ il VII % & % [z v A F (Ehylene Re-
sponse Factor-VII,ERFVID ¥ FHR TS 5HY)
R4 . B ERFVIT il i 40 1% 2% NtCys
A e EF RN . AR B P T P NieCys
1 A SR o B — HIL R 5 — S A (NOD 1% B
KaNO 1A AL 32 258 o f 5L 8 I g (Ni-
trate Reductase, NR) A= %, IF H & ¥ NO il NR
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IR A Bl R A A R i i 2 R AR BRI 4

SR AE 7500, X AR ERF PR R 1T 4 0
PRI 40 43 #r B FE T 5 i & TFS8 f, HUERF2.11
SR 52 B L B M ae 0 v A S HLR B
155 (4T 80 A T8 R 2 1 B A B ( Alcohol dehydro-
genase, ADH) i 14, 51t 52 3t 55 W 38, X ik — 20
WESE T HoERF2.11 By IF ) 8 35 7 50,
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T RR AT LA S 7 40 5 rp AR 3R e R 0 A
BV POk V5B G W 3h . A Y A0 b i A 2
PEIR I B A 4 28 A48 & AL A CHD I =R
FVH 2R A SR OO 28 CHIVRE R FIAR 4 | B 8%
2 JUIE (AN H 5% BE A 1L AL B F IR AR 2 e e,
Xf TR RS BN AN RN 4E R v R R U R e A
PyRE B ol 3E ) RN . A A K 2
H|paa . 2 A REMEEE. WO, H,0,,
O, « —HO « X H9 18 B R W38 . AH N b,
FHRRIE BT 3 B ROS #9558 & 55, 32 2830 1
oA AL B, 0 B A AL W) B AL B (Superoxide dis-
mutase, SOD) HL IR I R 1 %A 1L W) i ( Ascorbate
peroxidase, APX) .1 %A fb & Jiff (Catalase, CAT) |
AW H K &AL Y B (Glutathione peroxidase,
GPXOM,
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T A ZLAE R 38 AR B K K R RE )
SEAE T R A T B MR . SR B B SR A L R
40 ffg A5 ) B2 i KT 3l i (Guard Cell Outward
Rectifying K* Channel, GORK) #1 ROS # 1% i1
A ¥EFE 1 FH B8 T3 18 (Nonselective Cation Chan-
nels, NSCO) ] LI4+5 NaCl 51 K M 20 M i
BT A Y AR, OsSAKTT & 9 i JiE
FIRWEINT KW EAKFY . Mare S iR T
HoWRKY38, —A~%i i3 WRKY 2 1 /9 F B 5

WL R E AN S 5 9% AT 5 38 O, i HL
w5 ﬁﬁﬁﬁﬂ‘%ﬁf&“ﬁﬂéc
H e b A I 20 P9 A0 & 13 A ik g
IE’J%’%W — R EALFE N 591.355.905 4 i £
596.193.222 bp WY XA AL 3 S FE, 43531 S
it g 1 B2 E R 25 (bHLHD \WREKY #5 5% [N 7
M WD-40 5. 1E# AT FIEW] OHLH ¥ 5%
R 20 H AT U8 0 A i AP iy Th g . e 75 B
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WFsE s &3 bHLH WL ABA %55, 9F 76 £h 4b
PR ik WEW LY . WRKY % 5 [H 176 0L 7
IF B F T b B IE S5 R AT R PP T AR AR B i R
) & 2RI s ik WD-40 2 i B A E
KB EH Na" FEHAEEA R, 5H ©
()5 — A & & 2 #8610, 277, 554 4 i F|
618.628.735 bphy X s rh, 415 5 A AR E 1L
R 28 U AR S ik B . XK %3 A
Z 51t AL 3, B E AR 2 T Ae Sk
HORVU5Hr1G099460 # {1 B & NAC 45 #4 35§
L TEER B 38 R O A Y £ R AR L&D O
H NAC 45182 5 SRR_S 48 1 %% b F
AP R 43 1) g A B A A Ak D I O P 1Y
GST FEAG 5 A 3 05 P 00 55 4K 8 AL 2 %
( Calcium-dependent Protein Kinase, CDPK),
X AR W] T A 40 A DR AE R T A AR AR M
T 0. 25 BRI 7R 7 R AR b
D RS AR, BAE SH A0 AR B
i A HERE SR T ek R R A R Rl R

4 BE

4.1 RiE

VU B 36 X A ) 1) A= B R e 3 R R AE X
BiERG W . MY R PUIE SR E S
v 7 A Ty R A0 A A i U7 TR 1 L 451 S O A
SEET AR 30 23 R ) SO R ) i B0 TR R AIG
i J5T 8 2 Eh 2 it 3R A B 45 Ay [ OIR 2, AT 52
M) Jo J5 1) 50 R R o R JBC I Y 0 O 4 3 O B A
i 5 SO T L O IR A A B B R R

TR FE MR AL 3, AR B BT FE M
Zh SH Bk L P4 QTL BRE: FR-H1
(Frost resistance-1) fll FR-H 2(Frost resistance-
2, FR-H1 5 VRN-H1 3t 4y B, VRN-H1
JE/INFE A R AR 19 O B R 2 — L 4l B
PE orn-H 1 857 5 R B A W) 7 S K Y 8 5
W OJF Bl R R R T A BB S IT 4B (& 2
AR MHLZ T W B VRN-H1 4
SLIA B9 R B 0 8 R S N I e AT A
REARRITIEN R ) (BRAERKIHO . FR-
H2 58t 124 CimEEFH 44K T (CRe-
peat Binding Factor, CBF) 3£ K 4y 81", CBF
TE AU IT 1Y ¥2 9N Ak 0 Bt € P v R 3 G B 0 I Y
YEH. IR IFh CBE %% st 7, H 3 b

e B3 IR 35 DX b 4 56 K Wi B T A (Dehydra-
tion response element, DRE) fll C ¥ J3 & F 5 %)
(C-repeat,CRT) . %% 7 47 16 T UL 57 Fl /N 2
BAY 0¥ 75 (Cold-regulated, COR ) 3 [ [
ZAE L VRN-H1/FR-H 1 2 %] 37 i 5%
W5 FR-H2 4k CBF J:H KA 1E Y, VRN-
H1 #ik MADS-box 254 # H - MADS-box 45 &
AT Rt RS S CBF PR 20 DX BT 2 A
FHY AL AT R GE A 5% WA 2 ] CBF 235 1 2 Ath
PR 1 28 A i TR] e R AR (B DD

TEAUE IT P AE W) B A OC Y MYB 6 B 5 A
T LR M H R IR R g, 2 5
YO IE TR B A R T . H e T A A A G
# 1 (CirCadian clock associated-1, CCA1) f1°F
% e B A 4 ) F (Late elongated hypocotyl,
LHY) 7 i T #0% 15 5 2 N Kk . REVEIL-
LE(RVE) 7£ % N 3T ¥ ¥ i B 2% P 5
RVE4 Ml RVES fE¥ 5 5 2 N R A R 1 &
PERIS 365 S A 4 i 453 (Night lightin-
ducible and clock-regulated-3, LNK3) #l LNK 4
TEZEVS 55 T e HE W IR L JF 5 RVE M EAE
e TH VA B R i R IR L AR R B
W& VRN 1 By F 2 5 HLE S . 78 RD6 I )
FKOE AR, WL H] VRN-H 1 5 3= W3, ¥
PRETFEE T RS UL VRN-H 1 =35 50
AR, HRIEKOGIMTNAERKD CBF KP4 8%
P RSB, LR s Rl A KO IR
Mt VRN-H1 % %88 . VRN-H 1 Rk &
il CBF %% 5% . TSPt € T R
42 B/IE

e il TS AN M B T B e 2 L 5 e I R O
HAE SR AR . X P 2R B 0 7T DA ek AR 2R
PR Y BAL 22 FRAE L A 55 T s, B R B
P, R AT L 2R C TE AR
(G BO AR Bk o 1 8 R B ]
WROERE I G . AR Y R A e A 2
R EAER 7 a0, S B0Rh A2 W 1 T
IR TR K& T 1 BE A A 0

Y R 3 B v ( Heat Stress Response,
HSR) 52 $4 7 # e 5 37 1 il 4% . HSFs 1) DNA
iR BN RENS 5 A7 18 T B mi i 3 [N )5 3
Ty A B 5] nAGAARTTCT 45
A0 BK T S Als(Heat shock tran-
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scription factor Als, HSFALs) J& #8 ¥ #4 W i =2
A% O B s PR . U i PR R IR 1] 45 4 0d
jE-2 ( CyClic nucleotide-gated-2, CNGC2 ).
CNGC24 Hil CNGC6 Z 5 R e i Ca®' I
AR S R 4 A R -3 (Calm-
odulin-binding protein kinase-3,CBK3) £ # i #
B9 s . OF B 5 HSFAla A B AE F DL 3G %
DNA Z56 & D . F0 IR I 23 175 5 40 i ™= A
ROS.HHF5E B ROS 225 HSFAL M 41 fifd 5
1) 20 A 11 4 Ak 0 D AR R 1 BT R g . A
PR N R 2 M h EE T & A Y IR
FHSPS # i, HSP70 Al HSP9O J8 i 2 [ o AH
HAE R HSEAL I 50 56 % 3 40 i 4%, 5 3800
AR TG SR HSFA s I DIRES

WALy HSFA1s 75 S LR AR 0 8075 5 B 4
KT RN R GA A HSFA2 . Z B AT EN
F 1C ( Multiprotein bridfing factor 1C,
MBF1C) . HSFAle. DREB2A Ml HSFBs"™',
HoHSFA2e 5H N EEN) HoHSFAla 16
R T 3T 78 24 P Si IR 1) DG B O ) (IR DS
FE 23 FhoKZ HSF 1, HUHSFA2e R{UETE 30
ST RPN BT 38 B 9 HSFE, 2 F A SO0
P HSF 2 —U7. ¥ HVHSFA2e it £kt R
Rl DLW %S B 22 B e A1k DR R AR O S S A
PR~ 1 3K i 35 44 00, A0 45 Sk R JR AR 28 R A e
HORAE B BUAH G BE P —— 2 D6 H IR 8 -2
(Glutathione synthetase-2, GSH2) . 2 bt H ik i
ALY -4 F1-6 (Glutathione peroxidases, GPX)
MAMEH K S # 8 8 F1.7T3 1 U6 (Glutathione
S transferases, GST)" s P& 15 41 Jfd B IR 1 B2 5 &=
AH G B R B APX, B A P IR I BR 6 5
(monodehydroascorbate reductase, MDHAR) #l
DHAR"™ ;9845 & I £ ) & Bk 72 A G 2 R —
ACO.ERF109.ERF54 .ERF 60",

5 4

TR AT O — AT a0 P s ) AR W 7 T A
AR R A A ) T 3 B R B T RS W B
Vi X5 R o AR A0 e S PR R AL
BRER T 22 Pl 7 5 s o T 30 AL ol 60 45 2 A
FIR A Y R i 4 b A T T . 3k 2 AL
il 7 BRAE 08 76 T 5 L35 0 A% i A0 i I 45 A A
Yy 38 3E A AT S DR AR AR R ARE 1 A Y
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PR,

FE LW i R R W SR T P R B Nt
Cys [ 58 % Bl o 50— L 5 — S /A (NO) £
JEAH G, NO Y A AL il 8 22 58 2 i 1R 38 D i
(Nitrate Reductase, NR) 4= %%, 3+ H & B NO #1
NR 5 ERFVII £ 7€ i A 5¢ {2 ix — L] 76 F B
HOIRBCA MO BESE . R AE R, ROS ATk
M 14 S8 HSFA1s Fl HSFA2e %5 3R
PR B Sk - 3R AR G N, 78 HSFA2e 2t 3Rk 1)
TR Z A Rl LU R B 2 R A3 R R T A ik
HF s, B HSFA2e XF 7 B & il
il A g 7 B A

e R T H T ABA &2 8 R
P 15 BT Bt 390 36 PR 3 3k A 4 55 O 3K, b oK
Oy ZEEC ORI AN . P AR T R A 1) AR R
RS E IR R IV G A 40 S R AR I T
SIS TR T EZ A el B BB UR R e S N
B ROS. 380G it £ 3% P36 3k 55 3 42 1 6 kW adt .
2416 I A 9 o 3 B RR G o R N R Y A L
191 TG VA 07 A O S DR R 3t TR 4 O AR
Mif FERE F7 . 7E e L 7 B A e A AR
FH AN T A 2o A 45 34 42 3 0 o YR 3 . IR
T FRAE Ry —FhPr il Ve 5 19 1 9 7 1 X SR 1k
B Pk A R B T AR A A, HE— ST A
FIFH 5 BB S ML X T S Bl ARl T $5 22 &k B
MRS L 2 A EER Y,

8% 3k
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