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Plant cell wall development and its function in abiotic stress
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Abstract: Plant cell wall is a kind of natural nanostructure, which is composed of cellulose, pectin, hemi-
cellulose, lignin, and a little protein. In recent years, with the continuous development of plant functional
genomics and imaging technology, cell wall biosynthesis, assembly and remodeling, and the function un-
der abiotic stress have been further understood. Plant growth will be affected by various environmental
factors, including high salt, high temperature, freezing, drought, heavy metal ions, and other abiotic stress-
es. Based on existing research, this article reviews the structure of plant cell walls, the synthesis of each
component, and key enzymes and transcription factors involved in the regulation. We also discuss how these
abiotic stresses regulate the content and changes of cell wall components. The structure of the cell wall
affects the mechanical properties of the cell wall and the signal response of the cell wall under stress. Fi-
nally, the research trends of cell wall development and adversity adaptation mechanisms are prospected.
Key words: cell wall; abiotic stress; cellulose; lignin; pectin
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AN TR 4 rh #8325 1R, 3K O R A S R 5 A
HIhRERISCBE, PR 1 %6 5 A i B 25 AL 2 - gt A L

PR

AR AW R R R S e A oy A A AE R )
RHEAR A BB 7y . AE HAR T, M)A W2 2AR
(R EAE DR S5 A B PRAR, DT 5 L il JE44
TS R EA B R AR D A
5 ARSI S, @k B AR A i, R e
BRI R M, SEMPF hCa™ . iETER (re-  HNRHK, 55E A o S A BE, S04 i A
active oxygen species, ROS){5 5 Fl il 7& i (abscisic

acid, ABA)FFME /T VAL UM R B A IR AL, kaflIRurek 2018).

S 3 o S AT R R 7K P R 4 4 B - 2H ) Bl
FERRAE RGN AR A o PRI, PR A AT
AN IEAE 5 I8 AR SR 26, IRAIRTT
TE AR EE K B A AR A P 8 B T REXS 1A
MR EREE,

1 R R AL

T 20 P B T 285 5 A AT L3 9 0 A 2 i
E¥(primary cell wall, PCW). Jfd[f] )2 (middle lamel-

la, ML) 1 ¥k £ 41 ifd B (secondary cell wall, SCW).  %£2022).
VI B S 4T 4E K (cellulose). FeT4iZE (hem- 1.1 F#E

icellulose). 5B (pectin) Al
BN (B Yk Z LT 22 52 41 B BE ) 32 22

B SRR A AL =
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Fig. 1 Plant cell wall structure and major components
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T3, T2 T 0l G £ b 8 0550 R0 2= 24 4
WG T R SR B S R R A M DI RER B (Pauly2013). B 3= BEAFAE T-4) A 40 i B A g
|2, REBAEAMMALN. ITELSEE T
1 EEE I (Atmodjo252013) . 2 i e 25 4 2 19 2
A5 & & H % L 2 (A (glycine-rich protein, GRP). &
T il % % £& [ (proline-rich protein, PRP). i g £
i (extensin) A1 ] 47 411 2= F, 28 ¥ £& [ (arabinogalac-
tan protein, AGP). 4fiffl P EE 1 B A B At
FIHL I BE(ENisZ52010; Lamport%5:2011; Czolpins-

T — ey 5 2 A0 i 2 AE ) A= 40
BENME— MBS AR, FaER. K
JRER M IR A BE o AU AR A L BE T R A A
2 A VDR A0 M AN LR g i b, R AR E
SEAER TR AU AR 7, K YRR 5 3R 08 1
B EIR 77 AP U, R RE & s m diuthia
7R > (ORI 2= R PE2016) . FERE ) A K FE H,
TR ZR I K 0 o6 & VR R W il A7 A2 U 2R 41
BErh, X% SR 4ERDRHAN A W) 5T REVR 1 L R IE (Xu

TRON T M REL A0 A0 R 5 (1% A 2 A0 e A X ML 1
Xt SR 2 A o e) b AR M IRRE 22 B i A

a4 FHEFR
o RE
0%e®  HLTHR
= BEA
[ ] Ca?
CESA FHFAH
Microtubule (&
S1. S2. S3 REUMINEEIRELEH
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Pl BRE L, WA R BRI AT KR, 78 =73
PeE T R AR MR T BRI, 2
REEFER G ERA — LT 4 R LT £ (Ding%%
2012), 171 7 SR A B i PR T B IR 7 %) B (UDP-
Glo) £ 4] 4 % 4 W (cellulose synthase, CESA) 1 {8
W I B-14TE M . 19804F, RF 88—k
TEV URh 2 T B TS R I 6 N B R A
A2 FECBAEAR 2 4 3K 5 Tl 2 & 14 (cellulose syn-
thase complexe, CSC) (Mueller f1Brown 1980). 7E
WL’ I+ (Arabidopsis thaliana)™, £/~ CSC 1 18~36
ANCESAHj%; CESAR —MNTIREBEE A, HiFiK
5 IR DX T RS OB o 38 400 # T+ CES A3 R 4L,
G5 R S A AR AT R B, 22 B ANCOR B 31 COR
Uit - B AL FE B 8 45 M) 48 (zine finger domain, ZF).
ST N [ 15 58 45 K R (TM) s AL A% 0 X T317-
G810, o X PRI FE RS S P AR <7 X L 2B 5
DX I CoR S F 8 7K 25115 X (Qia0%5:2021)5% . CESA
HEEAFEY R m LR 8, CESATHJfRSF
Fr-51 NDDDQXXRW (X2 [ i 2 B /1 A = 4t
2, DIt RAZIR); B ADA ST AR UDP-Glc,
FEADRA TR R FERE MO R H, QXX-RW
7 A7 T 8 SR B R i T2 ) 5 67 i (Maleki 55
2016)

BB T 78 2 W, CESAT 3 R ALK CSCIIZ
A EE/EH. CESAM SR — Y BlF U5 —
AR, [R5 — IRt — D R U = 2R AL R CSC
(Qiao%52021), SR J& HH B 1a fan i % 2 4 f JIsE i 4%
1EH, $1 5718 5CSCHIIEE /& SmaCC (small CESA
compartment) 8 MASC (microtubule-associated cel-
lulose synthase compartment) (Crowell&5:2009). CSC
W& B R TE (CMT) IR B0 4R 4E 3R & U S
o P 40 AR BRI AT 4 R A AU
(28 & e il I £ 4 2 5 B AR TLAE R R (LA
£52012). Hra I SR E B A N AT e R e 22
Jii NCSCHVRE IR B 45 & 1 B-1,4- 761 ) 4 9 D Blg
KORRIGAN (KOR) %5 By, 7 HKORTE 4f 4 &l
2 22 41 25 IF nT DA g % AR 0 A R o 1) T 2R 0
(Molhgj%52002). i ## -5 B (sucrose synthase, SuSy)
ANETYER & AR IR UDPG (Gibeaut 2000),
[7] IS} /£ COBRA-Like 5 ik £ 1 25 it — Ff GPT# 5 £

H PR BIR, 7525 4k 2 DU 32 40 i B o 7% 4% 5
HAE FH (Ben-Tov252015) .

FEXT P00 I B 58 ORI, A7 T W A BE AT 4
RO, AtCESAL. AtCESA3. AtCESA6
S WAANT] A [, T AE R AR A0 B £ 2 25 1A R
AtCESA4. AtCESA7. AtCESASKAE X E/EM. A
WF 5L 22 BH, AtCESA2. AtCESAS5. AtCESA95 AtCE-
SAGIDIREAFAETCA, BRI AT N — L5
(MalekiZ52016).

1.2 REZ

BRI — M E &I TR IR YE 2 0, 2
e P SR E RN EEY . RIRZ R
] 784 2 3|, B % 2 (homogalacturonan, HG). 174 i 2=
B 2= 3, Bl 1% 1% (thamnogalacturonan 1, RG-I). 1174
B 2 il 2= L 6 R (rhamnogalacturonan 11, RG-11) =
Tl R B A A 552021) . 7E4H ML BE 1, 3265%
(R HG, & 2 -2 FL B B R (p-Gal A) i i
o- LAY I R R G0, fEO-2F10-347 sl
KA CBAE T, O-647 mUK A FERAL AN 25 H iR 4L
&AM, X EAB 2 HGZ A A 1 il (Miao%E
2011). RG-TH = & 1) —# #.f7 [a-p-GalA-(1,2)-a-
L-Rha-(14)1#4 5, 7 SRR 2 & 120%~35%, Hh
GalABR 5L = B 2tk RG-11Z0 (5 IR & 1 10%,
T R R i 5 2R 1 25 74 (Bethke%52016)

B R AR, RIRIE s /R B S Hl
A VPR E AR Y« 3 2 (1) 0 R R AL i R RN 45 A
WG AR o 3% B P W R I R AR R I\ 9 Bk )
W 5 2 2 g O 452 1Y I A B, A 8 K SRR BIUR
B AR 320 T R i A 1 S ) 3 B Bl B 5 S S A
SRS AR DA Dy S s Wl ) FH e T TRORE T i e i ok
FEREELZ BE IV, & B 5 A ST AR B AR F T 4
At D] 2 S T 5 M S A, R B 1 45 ) S 2
5E R ) SRR, AR i 4 RV IS i i B 31 4 o B
Hi(Atmodjo%52013). H i R A5 AL E G UEHE SR,
WA e 1% 52 A SR 8 1Y I A A 28 4170 B3 7 ol A 28 3
RIEAE AR S 1L

R A& B I 2 Pl . H AT 7L,
2165 WE IL L FL I (glycosyltransferase, GT). 674>
FH 3 % % [ (methyltransferase, MT) F160-)™ 2, i 5
¥ ¥4 I (acetyltransferase, AT)Z 5 3| iR & 1 1 E
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Gh. Ky AR . EHGHIA & R T EGTS
FIRHE AP IR A R (GAUTIL ., 4. 7. 8)fiEfL
UDP-Gal i 3 =l 38 i 1 A 3, GAUT 1 3 % 5 22
Mn” fi# 4k, (Biswal £5:2018; Czolpinska fl1Rurek 2018).
RG-IfAW)& b, 28 1 T8 i 282 FURE I TR
R WA SR ZEWE L 5L B B (RhaT), [FIB 75 22 Fh)e
U S B % i (Gal T) 1SR 1 A1 4 5k 5% 72 13 (AraT)
6 AN B ) S 4 A RE A 73 5. RG-TE B b ) KR
43 B4 T GalATEO-2 8L 0-3 kb 4% A 2. Ak iE 1, K
Z #0522 B (rthamnose, Rha)¥% 3 1] 7£ O-4 4b 4 2k
TERE L SCBESERE 2 B A R(Atmodjod52013; X1
i 552021). RG-I AW BT S22, 22 Flopl
SRR SR, H AT b, e
RG-IAE BRI BEAT B2 2 FUBE PR A B R e 2
l(rhamno galacturonan xylosyltransferase) 1~4 (RG-
XT1~4), BA o-1,3-ARWEIEFEAL BE L, §EK UDP-
Xyl%#% 208 EpE ECAUm5E2021).
1.3 FH4 %R

HLF Yl Z A0 BE S S R 173, R EAEH
#% JE M (mannan). A E B (xyloglucan, XyG). &K
S BE (xylan), VB A 1% #2525 (mixed-linkage glu-
can) % (Pauly%52013), )4 BE 5 A BERK 2 BB 2H 7
ANTR], A1 AR BE v DU S8 8 3, T AR BE R SR
B B = (Gigli-BiscegliaZ$2020) .

SRR LA B B bR R R R AT 4R R,

FH B-1,432 35 B AR B 220 B, 0 T DR A 6
PERERR AL . 24k BRL AR AL S 12 1 (Keppler
FiShowalter 2010), A 5 # A Bl B 3= E ok 5 Bl 2
R EEA3 (GT43), LA GTA7Z B HIIRX9, IRX10
2 (Wu52009, 2010). XyGHl & —ANp-1,4E #
S ) 26 B Ok 2 A, 1% 4 T ATEO-647 s 42843
/N 0-D- A i 3% S BUAR T 3 0 5 (Scheller 1 Ulvskov
2010). & AT LAFIEFYE R AT 4 2 [A) S HK, T RCR
A IR JE I (R Xy G-21 4k 3 X 2%, FE47) A 2 i B v
R EAEH, tn] LS R A 1% 52 (Albersheim 5%
2011). XyGH) 35 th 27 4k R S B rEC R 5k LA
K GT345C 0k GTAT F % A I (Cocuron%5:2007;
ZabotinaZ£2008; Jensen2012),

Xof b K (T A R B, R A 40 i R R B
WL YE RO HE IRNE . AR B 2L A o )

HUAR, H 85 SRMERT 23 R LR LA AY: b #e ik
sGNNI RSCEANE NS 3 N SR SR IR S
FUH EERNE . EENH A AN H B p-1,4-1%
FEE B B e RNE, DA R P FUBE O B 1
FUHH #2 JE B (Paulyd52013). H # BB A&
S EH R FH GDP-H i H A S A I CSLA K R 1)
B- H & ¥E & B (ManS), LA L GT2 X Jik i) CSLD2,
CSLD3. CSLA7%52(Verhertbruggen%:2011),
1.4 KRZE

KIFR R —FE R BMED, TTE N
TIVREL 47 240 e e i i R /K A B AR 98 A
BB, R ER EAUR TA4E R 15 KA
MEREY . KFEZRNEY A BB DRV N AR A
RIR RN AR 1R, 2K T8 2R 1Y b 70 W4 36t
FFHRIBRTER. 125 N1k, CERIHIE35SFIR
SRR 2R B, R R A E I L R A TR R
JRE T o B A BB FNAR 2B A ot 7 5 1R
17 A2 0] F2 3 8 5L K 5T 3R (p-hydroxyphenyl lignin,
H-lignin). FaHIEEATAE (1 8 AU A BEIE AR % (guaia-
cyl lignin, G-lignin) F17+ T REATA I T F IR BT R
(syringyl lignin, S-lignin) (Cabane%52012).

TN R IR A B (PAL) K K TR R IR FE 1L A
PR, ARG R W 4-F5 5 R CoAJE B IfF(4CL) AR
1% -CoA L Ji7 fi (CCR) A A B 1 Jid S (CAD) 3L i,
43 3 AE B CoA-Tii i % A1 (Mottiar%:2016). A
JFR 2R HH TRV 1) 5 5 20 AT DA 40 B (. 3P4SO F8 34,
XA AR T B R RS- R LB (C4H) . X & E IR
3-F2 Ak B (C3H) Al Bl 81 1% 5-F2 AL B (FSH) itk . =
YyaT LA O- H L e R I, anun vk e 4 g A-O-
BB Bl (CCoAOMT) Al b nfl B2 -O- 1 35 %% 7% il
(COMT)idk— 7 3-OFN5-Of7 R Ak H JE Ak, Pk
S FPAC i 2 B 44 (Vanholme252019), JEHI £ BEPEAN
PADR AR 15T 3E 65 5 B [F) A 420 4 0 2 43 2 1) A I
PR R 2 AR . BT AR AR R & AR AR
RIL—ASCEEE A, 7T AR R A AR d %
Sk 184 B8 Bl (1 46 44 3 12 (GouZ52018), A8%6 T i3 AK
JR RS R I — AN R TR . AR ER LA
Tk — G R E 1) A8 R R Bl b A B 5 A A
(Vermaas%$2019). X LEIA i 3 HLUA I Il i/ ok o 14
U BB K AW, T H A 5 A 40 L w4 8 1




P25 KA 240 ML B T R B AE AR R v ) 1 1255

Bl E A e T R R SRR E AL DI RETE
8K i % (TobimatsuflISchuetz 2019). VanholmeZ%
(2019) ELEH R A B AR B BEAT T Ax il S5 AR
RITFR N FEAR G BB 2 an B2 R .
1.5 HppEEEE

2 Jit BE 2 1 (cell wall protein, CWP) 55 4 fifg
LAl 2H 73 AH EE, & B A B, (B AR 20 i BE B
Y IR EReE = N B L ) VA A 5 7/ S U S e S &
TAEH . ATk, B A0 EE R 2 2 AN T R
J&, B AE YA EE R A R RIS AR R .
THERPR OBz, 15 A1k, JUF—F1
CWP L4 fi# 4 (WallProtDB, http://www.polebio.Irsv.
ups-tlse.fi/WallProtDB). 2 45 & 4 41 [l BE 25 (5 5 2
REM 22 5, PECWP o (DIEH T 41 BB 2 HE 1)
HARG QAR Q) EAM; HAASEA
FRELZ B HAE I E BB (O)EMEB G (602
H5E5®SMEAR; ()ERAREHEXKESD
Jii; (8)A Tl & 1 J5T; (9) Ll He AR A B H o7 (Jamet 55

2008). O BE A ) EEEE M R A I DI RE A E R
1R,

2 AREE SIEEYIMNE R N

BE & H R BN VA W G IR B RK AR
Tk FEE R i 0% 20 5 A A 0 3 5 AR ) RO A
J1F B, AR MO T I B Bk i . R A
AW S R RAS B T T2 ORTE. AR
AR N R A 4 B 1 S0 S 2EL BSR4, mT DA R BEAR
AT RIS S 82, T I AR SR B ) 1 40 A BE A
TR A= e o 7 HR R FH

AV E R E SOV B A KR E
FEA SR AR AEIR R, Bl TR m . %€
A A E SRS . R4V IE 2 e 40 i B
FH oA RS . B, 18 2 R AR Y hia
H, ORI R G A RN R B, KRS &
I, 2 B EERE AL, AT HRAE &P P iE (Wang 552022) .
FE R B S 8], AH B T2 s SRR AT HK, 5 il

F2 XAEENSHARRZEIEK
Fig. 2 Phenylpropane pathway mediates lignin biosynthesis
CAD: M#E2BLEAH; CCR: K ARBLIFEEAL R 5, CCOAOMT: vk BLANBEA-O-F L4675 8, C3H: 4-7 2 88-3- 521085,
C4H: P4 BR-4-F2 108, ACL: 4-% 2 82 :CoAL H:8s; COMT: wnwEER-O-F L4445 84, FSH: [F3L8R-5-%1084; HCT: x4 1
AEBLAREEA R B 2 AL W AR BRAE AL Bl PAL: 3R 7R R R
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®1 MR EELNER

Table 1 Main structural proteins of the cell wall

EASE S ik Z: 2 R
B O 2B 5 11 (PRP: At5g09530, YRR AN B BEBE A R 20 43, B TT AN BNER . 245 Irshad%:2008
At5g14920. AtGASA14) (SIS E NS G
KTz 4H 2= 2L 58 0% £ 1 (AGP/PRP: REe R R ARG R A, 2 54l iE . 40 FeizZ$2006;
At1g28290. AtAGP31) MO RO HMEE IR . MR 5 O BA Irshad%$2008
T KB e 58
B R A e B (LRX: Z: 5 R R RE X 24 5 R T LSS . R A A Bayer452006;
At1g62440, AtLRX2. Atdgl3340. K. IREK KR EELR, I HomiE e iE . @l Irshad4§2008;
At3g24480, AtLRX3. AtLRX4. ARBUE AN b0 15 1 38 e YuZ42011
At4gl18670. AtLRXS5)
B o # B 1 (GRP: At2g05580) o 4 o B Hp A 2H 43 1 43 A b B ST AR EORS A AR Irshad%:2008
YIGRPHIFRIE Z BN K 5 2 5 HiE E;
GRS TS 5 iE R
¥R E H(EXP) Z 54 fBERA B, SCILAS AT R B, 155 4 24 2 T Marowa%52020

LR L AR S22 B AR SE A B Bk 1 FASh
JREE AT, I 240 ff0 B B 7% B i A 200 P e A e g, O EL
X I IR 1 4 B2 40 A K B UK

5 2905 3k g NCBI& & Ji 4448 & (https://www.ncbi.nlm.nih.gov).

ERENE, ARV Z B . T X AR i,
rh W T S i B R 5 B TR PR TG &R, S 4 i BE AL
R R A AR, DR 2 i 24 i B 52 B 1 (cell wall
integrity, CWI/f& &L 1) Dhfg. AT BB B CWI
FEIRIWGAS 5 T RN T b, {5 20 B 5 il it
DRI 52 1) 455, 328 T 24 4 240 i B 5 8 M R IR 5 (1) 48
I EE(Liu%2021).

FEAEAEYI B 25T, A iE AR R 55
55 iR AN O B A A A NV 2 R A
JEAE S R =AFERE. Horh, & E A
HABREEL A2 5 & B TR R A R
WEXMH T ESHRSFMEET . BifEYYE
Jol 38 25 T R A S AR AR U 3 R 3R A TR 5 A
T2 B E O 5 2 B S O B O (cal-
cium-dependent protein kinase, CDPK). #£2 %4 JFi %
{0 R B (mitogen-activated protein kinase, MAPK)
FIEERE R R T AH DG B T (sucrose non-fermenting-
related protein kinase, SnRK) (HuangZ$2012). &4
T A 5 0 L B SRR T 52 P Mo A s 8, e i o
(PM)K A5 A B A 5, BET 514 F i3, &
AR AMA . IRYEIAA T, 2l 1A 4

M 7 A APl e s T (813)
3 EEMIANE THRREE K H S T

3.1 AR ERITIEEDIERIN

214k ZAE Al M RE 1A% O By, TEAEA Yy
EAHER A EE. 4R xR F
o7 BE I iR CESAZE R R IE . WATHEIE R I
XCSCHARMAL ., ¥z 5En, US54 4
A B A 0 T T A

TEERIAT, ARG R Z R Hi
AR, LA REME & H P A4 R G EEE
HA(CCHE ) R IEEZTTEH, CCHE A NI 5
WS 4 B AR B ) %, W Bh4T 4E R & RETE
JR R bR e 1 CCLER T Mg Sl FeF4i R
B Hi(Kestend52019), 181 %)) i 78 58 WriE T BURAE FE
i fEMRREE T ERME S, R MRE A E A
PARGPHS 1 ] LABE B AL 8 2 11, A A A 2R (Fuji-
taZ2013), M i {8 CSC M PM#E % FsmaCC/MASC,
R ARERD . AR, CSCHEITIHER
BT, 7ECCHR [ ) Ces AR 5 Clfit 45 A4 455 11 35 1)
T, FHEREREWE . U Freclcc2 RAR T
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Fig. 3 Plant cell wall signal transduction in response to abiotic stresses
H,0,: it BALE; ROS: /&1 8 CDPK: 4548 #1 & & #LB8; MAPK: 4 2L R E L5 & #L8; SnRK: 4B IE & BEA0 % & & 455 .

AR IR AR R SR RN 200, (Heclce2%)
W/E SR E BB E G NP4 R S 2 BACT 5
A, [RIB AR colec2 987 A4 i B A WL 5% 21 i
WMAE RS, HHCSCALSHFIHEAB L. cclec2
YITTE & A A1 4 35 A B ) 7 P 2R K
71 H B B A R R, L 2 e K R R e
K& K (Endlers$2015). Pk, ERHEFERMICSC
HHEERELE, iz 5 e A Y IE B £6 i ia 21
B BA —EMIETIEH

e A, R 1 AR AH L 2 5 e A A AR R A K
HEE. BN, 521°CHILL, SUFFTF4m/E29°C R4
KM, T VRl e T 5 R R IS R Ces A Js B ) 33 5
Hlo 2= 38 0, X iR R 0 40 R T G o A 4 R
b A KT R PR (FujitaZ52011), RIALF4ER A K
WEHEREZ AFERIECR. — HIREILT
Moty B, AR 2 R L P I 38R L, B4 I 7 TR
AR A, Ca WL LB SR &R A
JR 7 AR (Mittler:2012) . 1R FE A RR T B
YA A, ks EWWHJH@H%EI’J/ALZJJTEIETJE
MMAgER A . 5 IE L, R E & S

T R, X2 M T 4R 2K 1 & A5 TR, (841
BESERENE S

AN, RN A6 T 5 e vh I 2 R R B S
fiff(sucrose synthase, SuSy)FIUDP-#] 4 ¥ L 1 R 1t
fitf (UDP glucose pyrophosphorylase, UGPase) ] &
DR 3 7K1 T v, A1 27 4 22 A2 6 BSORN 4 i B
J& H#40 (Ricardi%$2014; Zheng%52014), 4R &
FSCHE TN AT B8 2 2 R 24 i B 5 1 RN A R i R )
B —FhFB, AT R iE T A K.

55 vy £R AR B B AH B, AT 4E R AR E SR b
B o AEKFERE SR I, KRG culmi3

SRR A 2 HHCES A9 NS 1) — ANt L 945 (G101K)
13, CESAIMIRAZ AL T A Al U BE K 454, R
FEB R AR(CA) I & BRI, Jfak— Pk 1A
HCAI & & . i i f T WA AL Oy
M SR R A ) IR A BE R BE WS A RS, A 4R S =
11K22%, B 1 4 f B B 8 B2 R 2F 03, R AR AE
MRIETEAS B 5B A AR A % 5 (SongZ52013).
WAL, T B 00 B - 2R DL R T AR A i
VAL AR o A, ] AR s A g 22 . PR FIR
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R &, A BEsE R, WM A HH SRS
F 41 (Gao52013).
3.2 REREBIHEE4IHE B B

SRRz LA v o PR 16 A 1) 7% 5K U 1) 20 i e v,
[F 5~ LA 1 B2 (HG) BB 1T e A 5 W AEL A7) il A
fiif 52 1 ) B B R 2K . B FH AR IR 8 (PME) 1] DL F%
IR AL AR FE, S ) FE R IR A A% B2 60 T il 3 g
NA BEIHEEH .

# H 4> J@ (heavy metal, HM) B 1~ [#] 12 75 21 il B
HE B AR M PR s M B Bk — R
DRI & 2 DK %) 2 ik 1] LA 29 5 iy 4 ey, REIS
H&RME &G, B, RN HEEGEE 2
SRS HM i 52 1« 76453 7 i ~, PME
(R IE B G In, A5 SRRk AR 25 F AL, o A B T 1)
LRI LS AR T, {4 BE R AL AR ER
T WriE (B BB 552021). i 6 ATk B (R Cd )
PRk 7 it (Solanum lycopersicum) i F % 9 /> N 2 )
CAmAE R REE, RIRIEY] A 20 EE N A 4
FELART, I FH A0 SRR A B 22 R Cd gl IR AE AR SR T,
e FR AL SRR 25 B C A [ 7 I3 9 Cd 1) A i 38
ML, ECAPaF, irfi 5 RREYE R
FERIZE M 34 i, 4G PME f 25 R i 65, 8 51
R FHIC ARG, &5 A5 2 Cd. I, 78
HEJBMIA T, PMERR & R IE X E 345 4 8
JRE BT 5 50 B (Suk2021). FEAINATR, W3
PMESE {1438 0, 58 H R A0 2R Ik A £ B e 1, 7=
A B FR LS A B A B S B T4 L TR T B
W] ) 458 Jd 74 & ), 4 LR (%) Rl R 189 A, 3 i 384 m 1
A P)RF ¥ oy 38 1T i 52 P (Solecka %6 2008) . S 1)
FH AR 8 52 T 200 P S AR R ) B 2 R 2R,
DAT bk 4 e SR PRI Y 8 A 2 2 T g 2 2 M A
AR, BRI, A it 275 S PMER) #
FIPEMIT)RIE . 18IS PMEI )% K2 DR 334 4k
PRI, PMEDS 323k 23 [ AR V2 il i 5 23 3 5
R K, DRI AE ol 25 10 1, R Al e et
PME/PMEI & 1 1 15 SRR A5 9 38 1 PR A ae T
A K 4% (Chen®52018)

# 34 (heat stress, HS) 5| & PME i 14 4 i 3f:
5 AMACa™ #1 AR 2 5 4 i 5398, IX X A9
fiif #ie Z2 G BB, FE Al 5, PMEXT = B s 1k

(10 SR R e BE AT 4R M B P I 4K, 55 Ca AR ELAE
FATE R SR R e J2, AR A f B AR Al . E AR EOE 1 4
oy aE A (], PMERSHLAE FH T 5 e 02 3 9 262 3
TS TR I 1Y 17 P, {0 24 e 68 AR, 3 47 i JIBE A
21 A B B B, T o RS P (¥ Ca® R B 3 4 41
JR Ca RIS 18 I, B )5 7% 545 1 25 [ (calmodulin,
CaM) {56t 14 188 B 350G Fh b d8 B [RI kPR SR e
FH 5 T 5 FEL A B 2 3 1) kS 3 B R T AR H
(WuZ2018).

RT3 S AL I T 3R B, 20 B i i
Tk ZH RURH 5 7 B 25 DAIE B e R A . AEAU R T
TR TCR B, ERPA G WY 98 T PME3IZRIK, PME-
IR PR RAARMR T 1 Bl R ZF FUR 5 K0 #h
JUIAE R BB R B o AR M B 3R BB I, X pme31-258
A A 23 5 i 38 W 1) BE (Kl (DREB2A RD29A I
RD29B)E S 53 M1 I, BAT T B SRS T B A=
AY; b e ] DL INPME3 13235 /K1, {5 40 fio B fg
1 DAL 4 8 B 12 0 B A B 0T, 8 e ik xT £
[ I8 A HT I (Yan52018) . X 4645 i B PME3 T IE
I U 59 RELAA T 35 0 PR TR 52 4

T DI 5 T N, SR 5 Al 24 i 2
Gy —AEER R FEEE B PR TR o ANIEE T R
AEFETR, XU I R L R A 8 (Populus tomen-
tos) S 1t R FE B 5L (R PtoPMEE3 S T L K BN, 5 BT
A= TR Bl B 2 DRI R A LT TRORI 7K 233 2% 32 B4
i, R H B S I R . AL ISR AR Y
T BB RN 2 —, BEREAEIK 73 2 K PR, fET
A MR B A K K B (YangZ52020)
3.3 FAHEREXTIEE BRI 2

FEABRARIE T 5, 5B — M oC i
HAE AP i, R A 2503 B IX M i 18 A REAE 2
BT R AT SRR, SR SR RN
S W /K fi# B (xyloglucan endotransglycosylase/
hydrolase, XTH) & iA & #2 5 . XTHYE 48 fifg ff K {5
1 i 38 58 0 A 200 PR B O RRURT I s ) A 24 B 5 ok
A 0 BE 2 1A ) RE R TR ORIEAE R, X G B T
& N = IR A B (Le Gall45:2015). XTH11, XTH33
ANXTH29 AN [F] 73 i 1 3R] fiE 5 2 5 s AR P
SN RIE ARG K. 20T E A, AR HH AR
T A i B O A 8 B UK, AR X 3N XTH L A )
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o ERIEV RS EAS 5 Pk i E R B K
(Miedes%52013). XTHIP)ZRk &5 5 o i 1 Ak
AT SR W 1) R R R A a3 4 i B A A, e D s )
A BE RN AR B 2 [ PR 42 355 B AR )18 B 1y it (Sch-
ultink%52014), fERH, +FWrE X RXTHIIH
XTH29W) 338, X T4t 3505, XTH294E #4 iy
B4 hjG RiE R, MXTH33% #8155
ENRRIE . X2 g BB AE T 50 R g B
HHORE A 5o XTH 35 DR] PR S0 18] 42 6 A8 4038 I 0 5% &2
¢ H L (De CaroliZ2021),

FEVK VR P38 5256 R B, #FE TF ALXTH2 155 K]
o FRIE MR AT R0 S T B AR, Mixth2] 5%
AR 5 B A RUAH LR I B I PR A 2,
WEBH AeXTH2 1R LA 235 A8 Pk 1R ¥4 R TR 52 P (Shi 55
2014). T 7T R, 0 EE T AXTHI97E A ki
N R H R SRR K B (XEH) W& M. XEH 2%
TSV ) L e A AR R PR A, AE4°CIN BEOR KR
BRIETER70%, XA Fr 7T ER(XTHI2, 13, 17,
18HN19) I AEZ I BT B de v 0 12, 3 s HL AT DA
TEARIE W8 T A 5 20 Ho B A 0, 3 5 ) VA 3 11
T N ALXTHT9 T-DNAHf N T A8 44K 3% 1L H i 7€
PEFEAS, R b0 SIi6 52 B X TH19 7E ¥4 i 18 & B
of 4% 4 FH (TakahashiZ52021) .

R PR AR BRI IR AL P2 (1 2 B 4
DRI 2R, B8 AT DAAIAR 5 A DL A K 20 FFE 23 BRI,
BRASEEY =R N %, “EWE TSN, FEE
Sy BErp g R S5 5. I XTH31 T-DNAYE
N RAZRNE IR B A2 BUAE — e IR FE AL I
B R RN, XTH3 157 AR I H i K 2 R &
B (Zhu%52012). {£5 — BT, BMXTH3IH N K
Z(Glycine max)H, {EBE B KT, FRKK
TG E AR RR I B T A AIAR,, SR AXTH3 1
TEBFE DI R 4% B ZE FH (Song&52018).

HH LR, IKFE(Oryza sativa)(EGRKFAE T
XTHRIE &GN, ERFE T it & R IE B Ca-
XTH3, fEFRM 7™ e S, £ CaXTH3 M fES
211 i 5k 2R DT o 44 i %, X W] DA B A
TEF S 38 PR3 - PR 41 e 32 4493 (Le Gall %
2015), LA EWF5T LR, XTHX Y Hi 23R8 A
HEEFTEH.

00T T R ) R W N P b R I R L XTH T 9A
XHT23(P) 54 BEAR T AEYD I 514 . XTHI9FIXT-
H23FE R RS 52 B il AR R B, xth23 558748
A TR R 25 B PR AR, %o 3 1 BB i A L B AR Y B
o GG ARAAE L, xth19 xth23 302 A8 AR AR %
B>, ShEURME T, AR, XTHI9S(XTH23 ()it
FEIA AN AR 2 FE 1Y N (Xue552020), BRI X TH 4 ]
S5 PiE FUREE
3.4 KERFEERIHEE BRI

ARTRERR T E IR A G0 B I 45 # 4, JLT
B I E R AR AL i 2= 5 B AR R = A R
AR o ST RO AN RN E 25 A, AR T2 A A G
ity 4 s B A 42

M ity T 5 A e R PR R R AR IR R B
75 3, e gt SR A A B O K R S e R ) I AR
K, P E AT 5 KA. VFE R SIRM, 75T
I AR R AW A AT B ;. AT 2R AT LA
/D RE YD T RE K oy B IE VRS VE L, A Bh T 4
R A 95325 S R R AP R 5 B 1 (1 5 442020)
TET-RE T, KR IRINFIR N SLE6HIE ] OsCCR10
Z H5H- Kl = G- A i 2= A G i, Rk OsC-
CRIOW)#EFE R /K RETE A Ky BOR A 26 & =3
b, R I B = R 244 R A CRISPR/Cas94y
F I OsCCRI0R R FRAZAR LI HARA T 2% & &=
R PA K it 51 6k 58 (Bang 552021). 7K #i #1 Fm4 CL
Fe R FRIARE K1) 5 W R B Fm4CL-like 1F1Fm4CL2
FERFEAR TR G P RIEE A, Fm4CL2IE 2 3k
IR 2% H AR A R (1) SR T T R N AR
R R, 5 B AR TR A b 4 25 DR AR R A Joi 35 4 i
J2 HORN 20 it B JERE 39 I . Fmd4CL-like 17 g 3838
ik gk b SALALAR R AR ZE I AE L, AT 4P+ 5
i (Chen%52019, 2020), ixX &b 2k 538 0 Fm4CL-
like 1F1Fm4CL23d 3215 7] DL s FE W) 1) T 2 A5
7 o T B2 1

BT FUER B, R R PR AT e S AR A it 25
PER . EN BT E S, s 0 0 i R
HOIERPAL. CCoAOMT. CCRAEE: il F %
K, RE PR S R e AR g i G A )
A R 1 5 38 P (Hori%52020) . Beilr 75 & &
RINBaDBLI1}E R 2 5 3 8 A5 2= A G,
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MNTIT SR AT ER B HE s Bz R N T, K
BUAE 5 26 2F N BaDBL 1k 3% 325 A8 AR T A2 1 (W)
IR S ERA RE LR . $hHE T, BaDBLIGE
RIEMKAPARRR G RN, 4R KHTREBa-
DBL LB B0 A 25 A6 R DG 3 PR R R
Joz K-, T M 5 £ W AE i 52 74 (Liang 552021)
FH —YEZ iE HAR 3R (two-dimensional nuclear ma-
gnetic resonance, 2D-NMR)HF 5T T K 41 1 75 25 i id
N M EE A Sy B AR, RILYITEAR PR R &
B EWIN, 58 AERAHEL, COMTIS CCoAOMTI
FOREIE N, KUAE SR e PR RS ' NG
By T S 5 PE(OliveiraZs2020) .

HERE UM TR REDE
Ji&. HMA] G822 52 W0 Jit SMA 1) AR IR . 24
T ) 2 B8 TH& B T BN, YR E AR 4T
e A A A 2 B 38 1, s 2 0 ) &4 o e - R AR
AR, —EEJEE T nl LUIE TR TR R A R
T Rk U B AT DL higR e A 2 B BEPODYE 14,
TEHAR T 3 A R A% AE F (KosakivskaZ5:2021) .
3.5 “MAmEE S BT IE A YIAE H AY N 2

4 JE YA AR, Rt Y
At Z2 P A LA, G PR )Xo B 45 i PRI AT . R
NG () B 4 g AT XA AR RETE . 5 2P
PR GO T = A, B ) A2 E 4 R i aE g
PR PR TR A (HSP) JL T BTG B-1,3- 7 S MG
PRP. GRPZE LR KA (T F3%ES52001). PRPAI
GRPfES 5 32 4 40 M BEAS NN &, X L6 18 25 H
FE e . 22 Fot B 45 Ja P, AR 7 Ath e 2% 1 A
#SRIE(T EEZ2001). PRP) 23 54K
KRB A IE RN, NE R (Malus pumila)J 5 2H v
8 W MpPRP BAG 4 2SR IR R e M, I i B AN [
KA . MpPRPAFIMpPRP7AER . T2, it
VEIR S VAN i AL EE R 25 B . 5SWTHEYIA L,
1oL 235 MAPRP6 1) i IR 5 0] v it R B S o v
[N 52V, RS SR RIS, AR TSR, TN
I 1 AR R, 4% 30 & LA & SODFIPOD
AR R, R MpPRP6 W] BE /& 5210 32 JL i # 8
H S K] (ZhangZ52021) .

B o n AR B B R B E (LRX) A& 41 ff B
PR EAR, BH - IMNInE S RN EE

#J1% (leucine-rich repeat, LRR), 1] LA 5 HAth 2 H i
FHEAER]; P Ae—ASCoim e & 8 E 25 M35k, 72 S2 Bk
FIYH B BE 1) S5 R R S o 3 I O B DA K e g LT TE
F AR 5T R ILRX £ (118 it LRR 45 #) 45 5 RALF-
22, RALF23%§ 2 JIAH FAEH, 72 BRI BE T i, Na™
FNK 87 0] LR S R 45 A I Ca™, BRI i
I, T FER AT DAE joh 2 0 S A2 kA 4, s 441 ffa
P55 R HR 1y Ca® RS 3 0, AT R T 9 A A
B7s 11 240 B 452477 (Zhao 55 2018) . WAK SR i 02 72 4%
iz 5 A B B . R WAK S 4 i B
PRI 28 BB S, & — MR, 56
M Ser/Thr i i 45 A4 38R0 g &1 5 5 1 48 B4 F 1)
SEM. MO RIS B I 46 7 T i B
Ca™ i FIL R HEFE 4517, WAKSE EBRILHGHY 52
A, 2 WAL I HGETEMAPK3 5 M, fil & B
1 5 B (Kohorn5:2009) . A HF 7 2 W1 78 6 1 18 Hl1
LB T IE, WAKR R RIA & i, RIFWAK
VBRI 2%, 1T RE S Y I TR TE A R (Wuss
2020). AGP & — 41 g BEE 85 1 50, EAN [FIAEY)
AFLHL . AN i SRR () SR B, AGPRIA
Je PR, (B AEA R ER e A, AR ARk %
HAGPRIA & BFF, MM AGP AT REH B T 41 iy
BERAAL 38 )5 K 8 28 i (8] 38 TH (Mareri5$2019)
BRI BT AF - 2L 5 B 2 A (fasciclin-like ara-
binogalactan-protein, FLA)&AGP]— AN K ik, 1F
NG T BN AR S AR kIR, FLAJE S BA B
S AR EEVLEE (GP), AE8% 2 7 21 5 fE (Johnson %5
2003), FLA4 N FRERIT UK T HS (salt-overly sen-
sitive5, SOSS5), SOS5i# it 5 FEIL. FEI2iX P f 4f
JiBE & B L 2 R R 2 AR U (RLK) A BLAE A,
SR 20 L BE A 5 fe B, 7R SR iE A dE i A (s 5
% 5, ST 3G NS 0% A i 52 14 (Basus$2016)

Y H BE By 77 2E AR b E R A AR AL, B
AR A BT . EXPRMMEES A S 541 R
MR SR . SWTAHHLEL, 505 Whid b 38K Ne-
EXPAI SR PR R I H s AR e 2, B
B A R, i AT (K BE R B R3O . EXPAE
DRI F et 55 2 008 T R 2 34 5 4 PR BE 1 S 0 1k, 0L
SELE ER A R AR, kg a5k p P E, B
HEHE R AR R (R A KA R B /KT, 88 K 0 )
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R, PR EEYNEIE a2 1 (Marowas$2020) .
4 RREE

L) 200 BB 55 Ay 1) 1) Y 2 g b L T e P i
i 4 ik D] A 2 R0 St AR P R AN W e, 44T i
AR FIA T 20 1B T #8 T 4 ) A& T A5k, CRISPR/
CasOFi AR, J5i+ /1 445 (atomic force microscopy,
AFM). IR, BHSLRA T SRR OGHEAR
CLRIE B R M3 T 2 15 4 JRLBE & J30RTAS 1 1R 1R 1) 2
REMA /) T H o bl 5 DR G 1 R Py, i PRI 4T 3
R SEw, A R — DT e ) BN 5 1L
il (Marowa%$2020). [ ECprid 2 5445, R
K& IR AL, JE I T V27Kl . e Y 0k
M. CPRFEFEFEME . BRbESE, e A TnT LB B AE I
I M B 22 W, A BT s A1 AR RE B S S R
FALH . Bl BRI 4R M R A R F I 48, 8
o G AR 5 T B2 B I EAE R AN T 4
N AT REYE IEAE B D HE i

H FI 6T 241 B BE 1) e 1 2 AR AN BT SR . AT B
VE M 20 M B b 2 258, C &4 th &2 AR B HL
il >R 3 PR 5 A Ak, AT DA e ek Jak R R Py i R
HeFrA AR . IRFT XY IS, A Bh T8
PRI, B E e &, P I TR K
KB HEGE ML B, BA T B R
MR HMME. REFER ORAERX NI T
V2 O, (HICA VF 2 HLHIA . flan, 260
AN B A WA 3 — 1> 4 1) 440 i B 5 4 R D 4
i B S JoE 11, X b S Jo A AT A S A ) R H i
W38 A W i (ZhangZ52021) . 45T, YR HEAEDY
P B TE 31 K O SR B R AT AR A BV 2 A
B, FEnlE iR . RG-S S B
BEJE KRS LA AR KR B R SE DT . 1R
M ARG 5 % 3 h AR 2 e A SRS AN B, K
53 %08 AR AR DR LA IR Ui 4TI AT
BRARN, ENEIRM BARLE . Z2R0A D)6
HIUHE T3 B AR AL AT AR 75 23R AT 4% 224K & (Zhang
52021). BEE RS HLEL . ARRRE 1 S A R
P DL R A7 A0 52 ) R A5 55 B AR A 1) AS I K e
Ay A — H AT LASEIUE AT DNA P 51— R X0 2
B RN R AT B AN B I o AT, S I M BE SR A )

AW RCRL FE  ATAR AL LF (Wus$2020) . 75 b,
BE & 0 N T8 RE ST BB AN gk 28, I
FERAW R, 2 422 BCE N B A R PR 41
KI5 T (genome wide association study, GWAS)H
EAWTAIHT, 2885 5 R R O 2 A B DR . B
R FHEVFR RGBS DA T RN gER A,
CRISPR/Cas & L AR, B 22 AN 1% 2 G kAT
HEACAN G, 451 FH S 2 4 45 (base editor, BE).
CRISPRT-Jt(CRISPR interference, CRISPRi). CRI-
SPR# 7% (CRISPR activation, CRISPRa) LA M FE ¥ 3%
W5 1% 27 9 %5 %5 (plant epigenetic editor, PEE) K [
HH I DR D e S & Bl A1 b ) BE R R 2 Ll . CRIS-
PREGA NI 1E4E o R A4 1 B MR 18 e
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