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REMERHE, Hoi S R R PEBEOE B O IR o ZSCHOKIR (SA)FIPIp/NHP I & /i, NPR1. NPR3/NPR43Z /& FIPip/NHP
BG5S, URTCGAMWRKY# 3 FF K IE WA ST LR T SARMFE R ke, NIR ANFAREY %
P55 P M 2% DL R R AR TR TE B R 85 b P AR K S B AL 3R it 5 5%

KiEim

R YGRS i (systemic acquired resistance,
SAR)=ZAEYAE & G JF AR J5 18 S AL i
T A RS BT M B — o B A ML R (Jones
and Dangl, 2006). SARI[PHE T 5 5 B 4e2H 21
HE S0 TGRS L, XE(E 550 1§ 5
B RARSEG RGP, A A 4 R B AR 977 A 2
K Fi&(Ryals et al., 1996). %% 2 SARBIE K
DI, W &2 AME T R RN S R T KR R
fEH (Khan et al., 2022). {51, /K#(salicylic acid,
SA)ifE T 5% 4ANPR1 (Non-Expressor of PR Genes
1) B Fe A8 8 FANPR3/NPRAAH B4R F, % T i B
MR Rk . AR, BT R BLIR IE BR (piperi-
dine-2-carboxylic acid, Pip)F1N-¥2FE0k 5E 2 (N-hyd-
roxy-piperidine-2-carboxylic acid, NHP)7ESARE &
e FPORFEOCERAEF, J8 I 1A 45 A DG Bk DR () ik s
WTE%%T&VE‘J**QIHIHF(Mohnlke et al., 2023;
Kumari et al., 2025). Pip/NHPitiE it 5 SAH F1E I,
it — 78 K SAR {5 5 1% i (Zavaliev and Dong,
2024). b4k, TGARIWRKY 2545 53¢ N 1 5 i ik B B
45 6 197 708 = DR 3 X3 I =G A FH o 4 R 4% SAR
FHORFHE R I IE, I AE R ) G2 S 7 v O 4 B A
M (Han et al., 2022). ZA&3C%5k | SARY: A% K
Bk guadk R, EE AR AH OC B 5 R X SA I Pip/
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1 SA5Pip/NHPHI& RR A

1.1 SARIERIEE
1.1.1 SAMEYERIER
TERYI T, IKER(SA)I & R 2 2 5% i 45 S :
7¥ B R 1% 12 (shikimate pathway) Al 5% 43 ¥ R & 12
(isochorismate pathway). £ F5 7 (Arabidopsis tha-
liana), 77 X BRIER e & SAR EEIBE, A
FISA L S & 190% (Peng et al., 2021). fEiZi&EH,
545 X A (isochorismate synthase, ICS) g St
1k 4> 3 R (chorismic acid, CA)%H’J’:{ L
(isochorismate, IC), B J5ICilT— & FIFGAE s ik
— 84k HSA (Boatwright and Pajerowska-Mukh-
tar, 2013; Su et al., 2024). Hrh, B HXR A1
(ICSiEAb [ B ASAG I — 2, 2 SAS ik
PR A 1% (Lefevere et al., 2020). #FFIFics1R
AARLESZ B SR AR et SAG 2 B W ], =
B PR JFAR B F 1 PG (Kim et al., 2022). F&
ICS15b, HUhFE J+ JE K 4L A7 4E 75— MICSHE K ICS2,
W2 5SAN &I, HETTERFEXT /D, X AEICS Lk
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B A RepE B AT U E] (Wu et al., 2023).

M7EFFE B R IE 4, KN %’ (phenylalanine,
Phe) %t 4 7k I & I f# & I (phenylalanine ammo-
nia-lyase, PAL)# 1t A jx =0 A H: R (trans-cinnamic
acid), Bl J5 Je =P AERR ) 3 — 0 i 0 O F SR (cou-
maric acid)E 2 [ i (benzaldehyde); 7 &8 ] H4%
AL IR, T2 R DU 55 2 e A0 2K FH R (be-
nzoic acid, BA), Jfr7E% H R4k (benzoic acid
2-hydroxylase, BA2H)I{EH T & &4 %SA. Hi,
IR TN B A 2 T (PAL) 72 14 Ok A AR A 1 O it PR 3ok
B, TEAEIRSZ 2095 R A2 Qe i, PALIE AR S % 30
B, A RCSA K AT, M R A R B 48 B
(Mishra et al., 2024). R EPALEZX L FTFSAE ik
HI DT EREL /N, (B 7R RS AE Y /K #5 (Oryza sativa) I
KE.(Glycine max)H, PALI& % SAS I Tk 5
ICSIEARAM ME B TR, R HE) S5 I B 1) L 2H
B4y . MK REPALYE M 3 5 /N 22 (Triticum  aes-
tivum), HAER—REDH, A [F 48 PALE 14
WA, — MR Uk R 2 i 3R A PALYE P4 8 =5 (Shine
etal., 2016). Kk, FEEFRIBIA F 70 LRI [A
W YA N SA & B (Ding and Ding, 2020).

1.1.2 SAERMHIFERIFE

Wang 45 (2009) 7 #F 7t 4D e 71 X 20 T 5 JiR A5 14 4 72
Bk, & ELCBP60gAISARD 1) BE 5 SAE AN HE
W42 I S V) AR 5% . {Esard1/cbp60g W 58 A8 A |
ICS1AISATI AR B JL-F 1 5¢ 4= BT, (0 — 2 78 i 42
ICS1} & ¥ AR [FfEF (Wang et al., 2009). CBP60g
AMAMP (microbe-associated molecular pattern)is
FSAM R KRB M K, HIhRe Bk 3 BUE YIS
Y1 7R SR AR F 4P B# (. (Huang et al., 2021). CBP60g
e MG AL G EA, BT S I KINASES
(CPKS5) ] B % % % 1. CBP60g, 1 i 3 4% S [K 7 i
P, H TCH3 (TOUCHS3) k& H: [[] J5 4 CAM1/4/6 Fil
CPK4/5/6/11 5JPAMP (pathogen-associated mole-
cular pattern)ifs 5 CBP60gf R L Fir 24 7 (Sun et al.,
2022), E AKX S, CBP60gRE M N R AR By o 7= A4
(S5, 45648510 & FICAM1/4/6, 3 TsuE T iif
TPEARIEL AR R IL, WIEICSLHE R . XMEES
RSP Y 2 B A1) 4 73 ML ) B A% 3l S Bh S e S N,
R SALLHRAEN P R A4 (1) 1= F (Sun et al., 2018b).

SCEMEE: M RAGPAGIESUIE R RE 723

SARD1 5 CBP60gE J7 41 I i FEAH AL, H A4
AEREA, mMAME HEESICSLEs T LK
GAAATTT i 77 R 45 e ik, M (2 ik SA R R
(Li et al., 2021; Patil and Nandi, 2022). SARD1f{]ix
FhE R RIS, (E AR %)% B, JuH
FETESA(E 5 Il B T i & 7% 5 22 /E H (Choudhary and
Senthil-Kumar, 2022), Wang%5(2011)tH & #CBP60g
FISARD11E il 25 1ICS1 5 1A H B A A 8] (1) B [A] B 245 :
CBP60g7E /& 4L . a1k 4545 5 Ui 2 SAI PR AR &
SARD1I7E B YL f5 Wl it 245 6 )3 3 7 X 4EFFSA
MIFFLEG s, X P4 UM IR SR LI R 32
BT Z 2B HERE S . SunE(2020) I 7EHF 7T A
—RIELICAR WS & A 454 ¥k B CAMTA1
(CALMODULIN-BINDING TRANSCRIPTION FAC-
TOR 1). CAMTA2FICAMTA3I, KIMCAMTA1/2/3
LA SARINHPI & . fEcamtal/2/3 = Z8 AR A,
SAFINHPTE R 290 R A BB ol F R E M R, H
CAMTA3 W] @i B 45 4 CBP60g ) i 5 F (Al &5
M SARD1 3 ik 3k £ 1 % SA AE ¥ A 1 (Sun et al.,
2020). EIN3. EIL1. EDS1fIPAD41th % 5i#1CS1,
X e A S5 R -l o B R el (Rl R 45 A BICS1E 3+ b
(RE 2 7 S AEICS LR IE, AT 20 SA A BRI
YRR B . 40, EINSFIEILT NS SHEY) 20515
G S@BARESFE T, THIHICSLRIL, MM
/bSAF) 4 % (Fu and Dong, 2013; Tian et al., 2025).

URAk, R PIR T 205 K FTIR 2 5 SA &
BRI 5 7 R IO B HERE Y & K
SA (Dubois et al., 2018). .4 kb ¥ A] s P07k
LGS &AR, MM EZ I — R 51 5 A0 AH DG JE R (1) 2
%, M i PR-3F PR-4%% 3 [ % A BY 18] 1% 0%
CHSHIACLAHEA, i Hi w151 (AR 355 (Wang et
al., 2025b). ZJfm i [K 1 (ERFs)RE % 45 & BIHF &
DNAFF b, WA R EE R s . 9, # i (Sola-
num lycopersicum) ERF11 0] G BTA%E R R IA HE 1M
SEHSAM R, MAERF11fg@E i (213 3% R (Malus pu-
mila) FF SA A B T IE [ 8 45 e 6k 20 B 109 155 7680 v 87
(Ma et al., 2024). ifiKazanflManners (2008)% i,
KARAE 5 5 BRI B 5 (Wnie 1 3 A U R
H1 (coronatine insensitive 1, COIM)F1ZE IR ZIMSZE
¥4 % 1 (jasmonate ZIM-domain proteins, JAZs))
HSARI A . Hd, COIL%ii%—/F-boxEH, N
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SCF E3Z REHME A AN —i 7y, 2 5KFMRE
ST, JAZE AR RRFIRRG 5% I Ol R T,
ifiid 5SCFCOI1 (SKP1-CULLIN-F-BOX PROTEIN
COMPLEX COM)E A& AR #Z = AGFEME, AT
FETBIIN/MY C255 5% s DR 1, Wi 54 3411 2 Wi 2 & [
ff)#¢ ik (Kazan and Manners, 2008). *4COI15JAZs
HAERIMYCH: K7 5, MYC20] HH:45 & NPR1
JE BT Lk, I HI 55 SAE B, 51 AEL ) 1)
#9% )z b (Nomoto et al., 2021). X Fh 5 4<% 4R
325 ) 2% A1 73 A8 4 e 0% 75 AS TR (1) IR B 2% A T R 4R 45
H B IR G S N, DA S Ff A= ) F HE A= P o ae

1.2 Pip/INHPEY & RLIBIE

1.2.1 PipEMIE R EHEE

Pip (URWERR) 2 —Fhs A AE R A2 R, M2k
P [ —Fh 5 2245 5 4 F(Cai et al., 2021). PipfI4EY)
ARG T AR, &5t HALD1 (AGD2-Like De-
fense Response Protein 1){# L& IR 1 a- 2 FE
B O b, A A = ) e- 2 JE-o- i O R (KAC) Al
WA, M5, KACH T H K5 W IR GFI K R,
T R i S P9 4 1% (DP) A0 i 30t 1,2-DP; e 2% 1)
b 0N B RS 8 W e B AR e A 44:2,3-DP, 11 AE B Pip
(Hartmann et al., 2017). F&ALD1Z 5Pip#& sk,
Ding%(2016) % 7€ 2| Pip& B 2 H 1) KRB Rl 2 —
SARD4 (SAR DEFICIENT 4), H:%ifit%# [1SARDA4{E
NIk R K P2C (D1-piperideine-2-carboxylic acid,
Pip R K)iE 5 NPip. fEsard4z2 48k, PipsK T[4
fiX, MP2CTEZm s i fr H AL &, K IHSARD4ZPip&
B JE — 0 G, BN T & H KT Pip & Ak
5#1 2 (Ding et al., 2016; 2f#%, 2022), Sun%
(2015)it — B R KL, AT HIREBEMEPsm. ES4-
3264 FAU P T ET AR UMK JE, HLALD1AISARDA(T)
Fak KT B R, M{Esard1-1/cbp60g-1 X 748 4
H1, ALD1 M1 SARD4 ¥ 3 18 K ¥ 2 3 PR AL, R W
SARD1 #1CBP60g %} ALD1 il SARD4 [f] % 15 . A 1E
[T EH - ChIP-PCR4Z: St — P iE 5k, SARD1-HA
FICBP60g-HAfE 5 2% & £| ALD1FI SARDA 1] )& 8 T
X, iX— kIR T SARD1FICBP60g:H i i 4%
ALD1 1 SARDA4 1] £ ik 52 1 Pip 1) A % (Sun et al.,
2015; Li et al., 2024; Wang et al., 2025c¢). fff 57K 15,
fEics1. npriflpadd AR AT i FrH, Pipfl R KF

I BT R, £PSA. NPR1MIPAD4 (Phytoalexin-
Deficient 4)ft e 3t R 4t 20 21 h Pip i) AE ¥ & B (Nav-
arova et al., 2012; Sun et al., 2015). S5,
CAMTAN/2[3 AL HI il A5 P HH SARI AW & i, &40
HIPip I AEYI & K. 24CAMTA1/2/3hRETE 215, ALDL
e T RE, FEAEY T Pip/AKFTHE (Kim et al,
2020). MY ik, Pipit A7 7E H &AL, EIPipAT
WO SAFIPip A & sl b IE T 45 3 [ 1 Rk, B35
CBP60g. SARD1. PAD4ARIEDS1. iXFhH N
il o] B A BT A A0 AE THG 9 A4 AR e i IR S B G
PN, £ R 2 (R Pip AISA, M T 48 55 4B 4 (1K) P9
& J1(Wang et al., 2018; Zeier, 2021).

1.2.2 NHPHMEHIERREFE

NHP (N-f23EIRIE BR ) APIp R I I~ 4, A& —Fiil
YA = ) R G345 M Bt R T 77 (Cao et al,
2024). NHPHI& e is T L-#i 2 iR, & & tHALD1
(AGD2-LIKE DEFENSE RESPONSE PROTEIN 1)
PR R AL Ne-E I -a-ll O, Rz EaWE
RIMEAA-IRIE-2-FR B2 (P2C), i ik SARD4IL 5
NPip; #%Ji, FMO1 (FLAVIN-DEPENDENT MON-
OOXYGENASE 1)¥Pip# &4k, B NHP (Moh-
nike et al., 2023). Hartmann%(2018)7E K IINHPT
A, JERIE T 4N EPipBE i S 405 7 FMO1 4k i 4
R, 5SARR N EEES, RIENHPREHEZ
AN 5SARMSCIE R FRIE . Bhah, NHPHAERAT B3R
W, EIENPRUEBIESAR, FfIN5® H & M A K,
X FBOK I S AL A £ T NHPE R 4 74 P 1)
PE N B (Hartmann and Zeier, 2018; Huang et al.,
2020). TMCAMTA3R] @ it H 245 & CBP60g 11 & 3))
T, FEIAHZ 52 0 SARDL 1 3 1A 3K 41 R 4 NHP (1) 4= 4)
4 %(Sun et al., 2020).

B —1RHE, NACH: K T 7ENHP I AE ) & 1k
SR B B A . NACK & — KA
o R ST N NAC 45 1438 (71 57 — R Ak 1% 78 7 FIDNA
Gh B )R R] A% C ity 7 3% R 5 3 ) e SR TR, AT T R TR
TR IR AR, il H DNASE & 3838 7 4 7 1)
DNAJ¥%1|(Fuertes-Aguilar and Matilla, 2024; Chen
and Xia, 2025). ', NAC90. NAC36#/INAC617%
R FINAC = AR T B 84| ALD1. FMOLFIICS1%
NHPFISALEY) & o8 B2 R R IA, AT A7 ] 2
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NHPFISAM A . NACOOENSARDHFEEER, %
5 JEAR . KR (SA)FINHP 5 %1% J5 7 liNAC90-
NAC36-NAC61 57 i = 51k, 5% 7 X NHPAISAE
W& AMEIE ] . Enac90%8 484, NHPFISA/K
ST, AR H B R G R e R A i fENAC90
IR IEMR R, NHPRISA/K T I, Pumte2Hi. H
BRI, NACO0 A [7] Y5 2 [FINAC36 MINACE Lid iod
T SR KT RORS 4 R 45 RSP R G 5 AR K TR
KF&, Biibid B E kR AL EE SAR, AT A CRAH 4 7E 4K
A9 Do A B R B YR A A8 T A s B, SNV
BRI AE KK H (Cai et al., 2024).

2 SASENHP{EEE

2.1 SAESEE

2.1.1 SAZ{ENPRIKIEFIEIER
Cao%§(1994)iH i L B I+ A AL Mk, K13 7 11PR
PR TGV IR H R AK R AR, N 22 s I B UK,
PZHE K e B I 4 Anprl (nonexpressor of path-
ogenesis-related genes 1). NPR1/&SAfS 5 i@
A% Lo R 5, I T 4 PR R (Y 33k SB0E A4
SAR (Zavaliev and Dong, 2024). ¥ ¥ H1 5% 70 T &,
NPR1FEARBH IR T LURVE — AT N1, Bk
BARFEM — RS, d14$ RBTB (Broad-
Complex, Tramtrack and Bric-a-brac)4i#jis. 14
BHB (BTB and carboxyterminal Kelch helix bundle)
Z5R93E A -ankyrind 2 ¥ 51 (ANK) AN T 5 (KK
PR 45 £ 45 #4358 (salicylic acid-binding domain, SBD)
Y (Kumar et al., 2022). NPR1{45H) 5 H Ihfe m
FERERL, )52 B JF AR G, SATERPI/R A
R, Wi 5NPRILS Sl KNPRIUIH R A L. T
NPRZK % & A £ DNAL: Gk, NPR1L 1S sk [A
FTGAGC/F A4S 4 &, T BENPRAE Ay 5%
T2 5 R 3R (Dong, 2004; Zhou et
al., 2023). & LA 2 SAR LRI i A R G,
NPR1 75 75 4H 0 5T A1 20 B A% th RS Al i 72 . IEH I 0
T, NPRAVAGERAKKITE A AFAE T i, SAKISS
HANEJENPRF s, 580 GE R ARy 5
i, BARHINPRA 2 0% 8 1 4% € 745 5 (NLS)#EA
4 t% (Jiang et al., 2025). fE4ifUi% A+, NPR15

SCEMEE: Y RAGPAGIESIE R MR 725

TGA¥F T (TGA2. TGASHITGABG%bZIPAE )
MEAEH, WNPRI-TGAR & &k, X5k 1
TGAR: K [F 145 & DNATIRE /I (Lu et al., 2024).
[FIET, PRE:E 21T b & A R € as-1 =
YER 7, NPR1-TGAK & i@l 45 & B AE H 7o
4 F 5 PRI A 11 % 745 (Nair et al., 2021). Zhang%%
(2003) &3, PRLJE 3 X I8 I 7] 1 4% 70 A4 e 40t
ZE AR R 456 A BRI, 2E T E S PRI A
(R 53 o IR TR AR FH AN B 5 1) 48 1) B 4 AR
(WTANKZE #3255 TGARIbZIP S Myl 4k ), i AE Bl e
R R, [EERNAR A B B 5 S B K 7 1)
FA5E, B 2 SLBLARAR DG BE IR (1 5 AR A (Zhang et
al.,, 2003). BhAh, NPR1[FIIEPEIE 52 2140 i P S AL ik
JRARZS A% o ARG A 5, Al N kAR S AL 5
A4k, B L B A (thioredoxin, TRX)ZE Hit & 4L 7513E
PRI BE, 19 NPR1 I B8 408 IR, 36 R 5 1)
NPR1GE S AR A Ry Sdhk, B E G SN
Y%, JAsPRERF IR, MIMEIESAR. X4
A3 SR AL A LN PR AZE 38 24 (1 s [ R+ 25 3508
I, AN IR AA B 8P (Tada et al., 2008; Yang et
al., 2025), @ik FiRHLE], NPRIE A AL 80E
T, PASAZEA NS, il 5 TGARE 3K -7 1 I
TER, ¥R+ PRIE K g 3 1 & 09 =0 AE H oo,
B AP SARM S R ) 3R 0E o X — I FEA AT T
@ I B — 0 A A S 5 N B St )
R, HAER T MR RS EARMWEENS
B SR DR 1 I 24 1 AL A0 1977 0 A 2 R £ B T (Yl dliz
etal., 2021; Huang et al., 2023). It4l, NPR1 K E1%
JE e tist HohgE MR e B o EE . NPRIIBERR 1L
FSUMOA B A 520 H 5 TGA3SE % 53¢ [K -1 1)
FHEAR A, 0 VR 45 FLAE 40 A 1) e AL AR 1%, M
i A VR 28 HE A e P SRS P R FE AT L. NPRA [ 27
R Ak rT 5 L 5 TGA3SE#4 t (R T M ELAE, WL R
L FINPRT B A5 3 45 A TGA3, TR T H &
A, AT 33E P RIS PR (1 2 SR o IX b3 5 308 B
TAETR JEAR B i E i B PRSI Rk, G 5RAEY)
(15 .. SUMOAAE Mt AE 3 5 NPR1 5 TGA3
SR TR EAE, @ TTNPRA 1 e e R
B, HERF G SN I 4 5 5 4R 22 16 [A] (Pieterse
and Van Loon, 2004; Zavaliev and Dong, 2024).
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2.1.2 SAZ{AENPR3/NPR4H 1 EIE
FENPR14b, % NPR3FINPRA /& SA o Al 57
A, LEAEW R s ) 2 SAR R B 7 i 45 /5 F (Fu et
al.,, 2012). NPR3FINPR4 [ C o 5 & 4 1/ 4 55 1)
EAR (ethylene-responsive element binding factor-
associated amphiphilic repression motif)Jtfy, 1%
JER T HE SR RIEE R OCE T, e s E A
M G B E T ORI T A, I
FEFLNFIA (Liu et al., 2020). fEFEEIN T HAEM 4%
1, NPR3/NPR4iE T ANKE & 55| 5 TGAR 3 [ 1
(INTGA2. TGASHITGAB)H HAEH, TEMMEHE S
AR B ) 45 4 SARDLAIWRKY 701 2 5 71X, #E1M
1) I L8 [K ) 3% (Sun et al., 2015; Choudhary
and Senthil-Kumar, 2022). %141, TGA2.5NPR445 &
&, "S5 A& E N FISARDLA 3T I TGACGI
FAEH e, 8 I EAREE PP (14 4] T i FHL 18 % 5% i
TR B AR, DT 1% R K 20K T SARDAE
INHPAE ) & B 8% 1 8% O P8 3 IR 7, H A Sl Bk
2> H 35 SARTE 5 1 R GitE#% 5 (Tian and Zhang,
2019).

el Hh, WRKY70 3 31 T X ) W-box 7T 14 5
NPR3/NPR4A-TGAR AW4i & Ja, MEAEH SRS T4k
R R AK KT, 33 1 0] T 95 1977 0 3k R 1) 0K S
(Arndt et al., 2022). Ding%(2018)id it #t— LA 7T
NPR3AINPR4]LIRE, K Inpra-4D A1 DihE3R 1S
RIRARE, B8 S EINPRATCILLE A SA, Ml FF S
SAE SR N . fEnpra-4DEAE R, s 3L
(WSARDLAIWRKY70) fft) 2 ik 4 & 25 F i, A 4 %t
93 JEARFIPUPE B kS . 5 LA, SARERS BLIE 4
A NPR3/NPR4, il e AT i sk il v 14, AT A
kXt SARD1IFIWRKY 7055 G % JE A (1) #0 |, H.SALL
AR LB ANPR3/NPR4 5 TGARK 1 83 ) T 1 45
&, 2B 22 NPR3/NPRA 1 # % 5 Th R 25 5k
fif B34 F (Ding et al., 2018; Liu et al., 2020).

M2, NPR1AINPR3/NPR47ESATE S 1 495 [
N R R R VR . NPRAYE %% s 3L 3005 R 1,
TMNPR3/NPRAE Jy %% LM K, 2% Hr[R) kG 48
42 SAR (Wang et al., 2020; Ding and Ding, 2020).

2.2 Fzh{ESPip/NHP*SARKIFHE
NavarovaZs(2012)Wf i & 3, PipfE SAREE L 29

RYERBEMER . Pip s 2 &G i rig i 21K 52
RYL R G R, WIS A R I B A8 R B, BN
SARHF ] — KB )15 5 (Navarova et al., 2012;
Zeier, 2021). BfiJ5, Hartmann%%:(2018) & INHP &
PUR TF R R AR BRI — R B AR A =4, TE BRI
JE B JENHP R =8 TR, il 9 & iia
R RS R, MBS SAR.

IS, X PipINHPH 213 5 i i 42 SAR 1)
FUBHRN, FEEPELNT JLATT1H . (1) Pip/NHP
HSAREEA . Wi R R Y )5, PipFINHPLE
JRERI A R, ) R s B RS . SA
WAE R FS TR AR, I il B R IS i B &R G
Jo PipMINHPIR RS T-SA, Refig i i a4 i
SAKIK T EHESAR K M (Ding et al., 2016; Yildiz
etal., 2023), (2) NHPi#EIINPR1#HSAR. YildizZ
(2023)t FL KB, fEnpriRAfA e, NHPELFE S
SAR, L HWINHPHEH MM TNPR . it — D 1) %
9 Sz Iy vh AT W %% BINPRAZE 40 i i b g fr, R IR
NHP AL HE GE 95 38 5ENPRA 1A% 2 AL . I8 I Yo (05 S
PUVE(ChIP)SL256, K IINPRAENS 45 & FIPR14E b 4
KR F X, RENPRIENHPE S (154 5% &
SRR AR SR . AMIENHPAL PR AE 65 15 25 1 PR
SEPRE R RIL, I HIX R SR N fEnpri R AL 4
k. RPINHPREDS B SENPR TG ME, MIMBCR
SAES, (RHERIHAE G R Rk, B2 HEMD
SARKI H KI(Yildiz et al., 2021). (3) NHPHE LA 4%
SAR. Bauer%5(2021)i#idLC-MS. GC-MSHI{A 4
TR E 9256, UESEUGT76B1 A48 kil AL NHP AL B
NHP-H2. i fISARK M 45 R KB, UGT76B1i&E
T R A NHIP S 1 45 R 47 1) G2 OB, ugt76b 1A%
RHRNHP IR 2 S 8Pk, fUGT76B1it Rk
Pk 2 PNHP B £ T BT IEFE S, fmol/ugt76b1XL
RAZR I B B AR B BL, R BINHP AL B2
ugt76b 17t P14 55 (1) 5 [A (Bauer et al., 2021). [FR,
NHP [ 5 35 A0PR 785 52 1 76 R 420 4k P9 1) B Bl 1k A A2
€ PR, AT T SAR 1 3 vE 2 (Holmes et al.,
2021). MUNHP# AR, HAE NGS5 707 13 %
ARSI HISARIIEE « X FhHLH f0i4H
WIAE 75 B S SAR, TR IR E AN 7 B R R UK Y
G N, LU g H T AE K AUR & (Mohnike et
al., 2021).
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2.3 TilFERBEFREXNSARMIEEER
TGAR SR T & — ALY | IZAFAEIbZIP (Bt
SRR PLEE ) e K R, R e It 4
DNAFZIH I TGACGE 7 Mifd 4, TEMMAEKEH,
0 G2 AR A W) o 9% IR H 4y 1 B A £ (Tomaz. et
al., 2022; Yildiz et al., 2023). it § a5 %% TiiE-
BE M5B (ChIP-PCR) /T, K IITGA1REW B
L4546 B SARDLE: K 1 J8 8 7 Xk, 38 5 FL i s v
P, BRI, MXCBP60gI &, BIRTGATARE
454 2CBP60gH a8 X 35k, (HTGA1MITGA41
K2 FECBPBE0gH#K 1A 2 3 Rk, Ak, TGA1AH!
TGA4 ] i it i 2 SARD1 1 CBP60g 1] 3 i fi¢
ICS1FR Ik, M8 I SARI A &, WiE T Ui B 18 2
f)72iA5(Sun et al., 2018a). A4k, TGAR: 3t K T-iL i@
it i SARD1FICBP60gHI # %, {E#EALD1FISAR-
DAL, MG INPip I & B, TR 1 55 48
[i(Tomaz et al., 2022; Chen et al., 2024).

WRKY K & — RED A AT, HSE
WRKY 25 i3 5 4, a2 Ll i &
i35 M (Hsin et al., 2022). WRKY 25 #3845
1R SE IIWRKYGQK IS FP A BE R 454, BREF
S 1 b 485 5 21 B 48 ik R RS 3 [X 38 ) W-box Il = 1
FH oo, 3E i 450X £ 5L K i) R 1 (Goyal et al.,
2023). i, —LeWRKY 5 5 1 ] 1 % i
K1, 5WRKYGQKZ TP 454 Ja #ii PR1IAIPR2 %
FLIRI Rk, W 38 5 AE ) 1) 17 41 )= B (Javed and
Gao, 2023). T 7k 5 i B 2 A 20 2 FHDC 3000
(Pseudomonas syringae pv. tomato DC3000)4h#
WEIFE, KPWRKY6. WRKY29FWRKY537E %
Gui B R S 3RIE, H 5 SARME % VI AH
Ko A, WRKYH KK FiE 7] 5 TGA2. TGA5A
TGA6ETGAZ I M3 HAE, 1 5a %t by 48 & K JE 3+
MZEEae s, IR, SA AT 5WRKYH 5K 48 B A
P, VRS HRG SR, TG T Ui A 25 R ) Rk
(Ueno et al., 2013; Hussain et al., 2018; Foret et al.,
2024). Powers%5(2024) K B, 7Ewrky54/70%1 5878 4
1, SAE R REENEH B ED, RIWRKYS54F]
WRKY707E SAS T 1 % 5 3 g £ B 5 2L 1E )
WEER, JRE i — 5 WA T WRKY54 5
WRKY702NPR1-TGAKE &4 i (1) & L 5 K 1«
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FESAG S N, NPR1E 5 TGAR IR 145
B BIWRKY54/70 )R 1E . X LEWRKY #% 3 [K 1 Fifi
JEBOE U s th R R IE, TR — AN s
PER N o BRAE N SALE S B v (¥ 1F w1 4% 51 4b,
WRKY54/707ESAH I 2 b [F R R AR, X
Tl X A €048 13 WRKY 54/7 076 A8 4 G 338 S5 SF 203
o vh BLAT BN (Powers et al., 2024).

3 BREERE

SAR e s 1% /& — A 215 5 il % Wk [5) A1 22 % sk [
T4 EAEE 4433 F2(Zhou et al., 2021). M R 1A
12 LA P J53 30 0 B FF OS5 S R AL T s, #
Pip/NHP# #% iz 3 it v - Jv, R v K NHP Al
SAKF- LT FHBENPRA A #6i (1) SAR B ) % 4~ it
FErh, s SAR S ih R LB (1), JL
1, SARD1F1CBP60g H 8 [A] #: 45 &41CS1. ALD1
MISARDA 5 51 X IR MR AE FH oo, 1E A 4 SA
HMPip/NHP £ & i(Tian et al., 2025); TGA1/4iE
11 $% SARD1FICBP60g [ #% 5%, [ #2 {2 3F T 15
ST HE(Sun et al., 2018a); MNAC90-NAC36-
NAC61 — A4 Il i b B B2 ALD1. FMOLAIICS1
() )8 3 7 iE e, SO SARINHP 1 & i (Wang et
al., 2025a). 4, NPR3/NPR4{E NSAFF i %52
&, 5TGA2/5/645 & Ja M| SARDIFIWRKY 7055 &
[R5 53, 5 NPRA ) 1F 1 4% T 1% 2 45 °F 45 (Choud-
hary and Senthil-Kumar, 2022). ifi{£ JNPR1-TGA
FEY NN E BRI T, WRKY54/707ESAHE B
(1) 1F [e) F1 A1 ) i 45 35 R HE B EAE . UGT76B14Y
51T NHP A6 0] B AR Ui BENHP /KR, i i 6 e it
W5 &I SARTS 5 I RFELM0GE, RIL T # 35 &1
Xof B SR 455 9 4% 1Y) B 224 78 (Bawuer et al., 2021). 16
VIR AESAR A ] NS, £ ml i RS S
SRR EHESAE R, LA EERRIEIFH RN
HI; FRFTRAE 5 4 5 (W COMFIJAZs ) i id i i
FEMY CH% S KT PN SAIE B o 3 Ff 8 3% [A)AH B4
T B G s P M 2%, E A3 M) RE S AE A B AR Hh B
¥ A0 I 1 %0 9% 2 b (Nomoto et al., 2021; Wang et
al., 2025b).

AT L SARFE 17 £ M 44 0f 78 LIRS 2 25 3F
&, A 2 A Ea Rt — 2. ofF KRETIT
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Figure 1 Transcriptional regulation of systemic acquired resistance (SAR) in plants

When local leaf cells of plants are infected by pathogens (bacteria or fungi) or salicylic acid (SA), is applied receptor like kinases
(RLKSs) are activated after local signal perception, leading to the influx of calcium ions. The calmodulin CAM1/4/6 then combines
with calcium ions and interacts with CBP60g, triggeringa local resistance response through the phenylalanine ammonia-lyase
(PAL) and isochorismate synthase 1 (ICS1) pathways to increase SA synthesis. Lysine, whereas, is catalyzed by ALD1 and
SARD4 to form piperidine-2-carboxylic acid (Pip), which is then hydroxylated to N-hydroxy-piperidine-2-carboxylic acid (NHP) by
FMO1. Pip/NHP can be transported to distal leaves through phloem transportation. After the levels of SA and Pip/NHP increase
in systemic leaf cells, SA binds to the receptor NPR1, and triggers the conformational changes in NPR1, which enter into the
nucleus, where NPR1 forms a complex with TGA2/5/6, and activates the expression of PRs genes and SAR. Moreover, SA can
also directly bind NPR3/NPR4 to inhibit their transcriptional inhibitory activity, thereby relieving the inhibition of genes such as
SARD1 and WRKY70, achieving the goal of fine tuning the SAR. The solid arrows indicate direct regulation; the dashed arrows
indicate indirect regulation; the T-shaped line indicates inhibition.
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Transcriptional Regulation of Systemic Acquired
Resistance in Plants
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Abstract Systemic acquired resistance (SAR) is a crucial defense mechanism in plants, which can significantly enhance
the plant’s resistance to pathogenic microorganisms. SAR has systemic, persistent, and broad-spectrum characteristics,
whose transcriptional regulation plays a central role in the process. Here, the research progress on transcriptional regu-
lation of SAR from the synthesis of salicylic acid (SA), Pip/NHP, transcriptional regulation of NPR1, NPR3/NPR4 receptors
and Pip/NHP mobile signals, as well as TGA, WRKY transcription factor family regulation was reviewed, providing a ref-
erence for a deeper understanding of plant immune regulatory networks, and systematic exploration of the mechanisms
by which plants balanced growth and defense in complex environments.
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