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HETR, FAF, RAY

TR =2 A BARBE FEBAR L B AR 0 B 7y 1R~ F R P ISE 46 %, B/ 310058

W A % 3K 1F 30 (systemic acquired resistance, SAR)Z ALY % 3| 94 B 12 ¢ J5 5 7% A4 0 —FP 5 M duh), RN
ARG M, SARY B HE EAZ LI T A ST A R GAT T, B B MR AL, FE RS
LR A, ALIZART KGPBRA KGR T B . R AN-Z R, T8, b =888 . HEEM MR

SMNEE, ARTE)E A 15 T ESART 896 R TfE.
S AT AGE S R

FERKIHEA R b, TR % T B 2% HoRS
P I s R Gt DA O B85 A 9 5 0 T 1) A2 G
fa . M R AP R4 B IR X 115
R G s S (PTI)FHIR B80S~ 51 R I B2 S
(ETDAH . [FIRS, fEE R IE R — B 15 T el
i, FF5 R G315 P (systemic acquired resistance,
SAR). MY S RPLilH BA ) WEPUIERHE,
W R A 0 5 1) — Mogni& 1. SARHR I
JREBAR GO, (£ 2RO RGE T, FHisF|
REBAZEAL, Wod BT TS, M= A2 % 22 P B
PP . RGUE T ESARFICHEHR +, HAlc
HHISAR R G5 5 A5 /KK (salicylic acid, SA)
I H ATV K ¥R S (methyl salicylate, MeSA).
WK ¢ iZ (pipecolic acid, Pip) M N-#5FE IR BE 2 (V-
hydroxypipecolic acid, NHP), T [iZ(azelaic, AzA)+
H il =% R (glycerol-3-phosphate, G3P). i 24 i
[ /it S A% (dehydroabietinal, DA)FIFARE]. 2830458
A TSARZGE SA R Thiae. #iz. fERAML
il e HAHH G R

1 IEYISARFHRGIES

1.1 SA5MeSA

SARK A I HE P4 N SAVK FE Tt i (Metraux 55
1990; Malamy%5$1990). NahGHH & (Nicotiana tabacum)
FIHLFE T+ (Arabidopsis thaliana)FEARASBEFR BRSAFRI
- FSAR (Gaffney%5:1993; Delaney%51994), iiF B
SAZSARMIREIF T .
111 SAME R SIEE

MW AFEP EAFISAS g2, BRI

iE . ANGIAEAME XA,

T f s B (PAL) AL 73 SRR & I (ICS) i 4%, H )
MR 73 SR IF IR (KB 1-A) . fEPAL&AE Y,
KNRA M HPALF A N ) XA FERR, 5 B P2 1
F-CoABRALFAIM LA 3 1 E AL AE F TR BOR F R
(BussellZ52014), 44— AN ARENTIR H R LR IE
FSA. ICSEAEH, JR AR 4 SCRR 4 7 53 SRR G )
FRICS1/SID2%4 4k, 7 43 3 R (Wildermuth552001),
HMATE#% iz & [HEDS5%% 12 % i Jfi ' (Serrano %5
2013), M LM EFPBS3EAL L LA & R-9- 57
73 SR LB (Rekhter2£2019a), )5 A & FR-9- 7
43 3 B SL AR 2L iR B AE BAH DB 3 54 F BFEPS 1/F
H FIEESA (Rekhters$2019a; Torrens-Spencess
2019). TERLEETTH, 4 HPALSE R A7 j5 SA KL it
KFTRELIT5% TR 75T FISAT B/ R REZ)
50% (Huang%52010), Tfijics *9% #1755 SAR R 2
PN B A2 7 () 5%~10% (Wildermuth%52001) .
FERNEE TR, 6 S ISATH Z110%K H TPALA&
12, M#£190%3K H TICSi& 4% (GarcionZ52008) . 1
ICSi# 12, UVALH Fics I FhSAFR ZKF R [£90%,
ALICS 12 ICS IR A% 1 5% i il (Garcion%52008)
B2, K& (Glycine max)PICSEAEFPALRLAE
I3 T4 75 3 B SA G A RS [R] 45 4 FH (Shine%52016),
T M R R PAL S A2 U 3 5 7 90 B 5 S ISA G AR
(Ogawa5:2006). [K1t, ICSi&FE APAL IR AZ AL T
B FSAE B B TTRRE B A YR A
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T R SATE M ORI B ASSA, HK P4
T B Wi R GG EOE DT TR BT 7 1)
SAKT-5ZSAM KA A& Fr i fs . fEICS
#AEd, SAREMIHIPBS3E M, A — N A5 30 il
Ml (Rekhter2$2019a), ICSI&FETTHA T 44 KB 4>
B PAHESA, HICSIZICSIRA )R EERE R, Ttk
ICSIH i s IS AR R R FE b s T SA G & A2 1)
WAl SARDI. CBP60g. WRKY8/28/46/
48/75. TCP8/9. NTL9FCHEZ#4 3¢ [K 1 1E %
ICS1#IEFISAS H(ZhangZ2010; WangZ£20009,
2011, 2015; van Verk%$2011; Gao%52013; Zheng%s
2015; Guo%42017), MANACO019/055/072. EIN3/
EIL1. CBP60a. WRKY18/40/54/70. DELI1%54i
ICSIZRIA, F ¥ SAN A Bi(WangZ52006; Chen
££2009; Zheng%$2012; Truman%5:2013; Chandran%
2014; BirkenbihlZ52017), — $e4% 55 K] -3l i S
SARDIFICBP60gIFRIE K WIESAE Ko i 17
P TGAIFMWRKY 703 B 45 & SARD R 8-,
SIS AN SARD 1323, T SE IS A& Bl (Sun
2:2018; ZhouZ52018); GTL4E & CBP60g 5 51 I
75 S CBP60g# 1% (VolzZ:2018); CAMTA1/2/3i@ 1t
B 1) 77 AN SARD I M CBP60g 3% 1% 141
PWIESAM & K (Kim&52013). 4 E EPHB3 S
ICSITEM SRR R U A 14, 5 3RICS AR E P, M
MR ESA S Bi(Seguel %2018).

SATF] LIRS AR TG M A Mg 7 A SA, AT
PRI i B A SAKFE. ZESULEI I, UDP-
PEEEHL AL B AL S AL AL IS ABE H (SAG), fEMILH
f# A7 (Lim%52002; Song 2006; DeanflIDelaney 2008).
X HR/SAW FE R BEBSMT L AL S A A /K MR
FATiE(MeSA) (ChenZ52003; Koo%£2007), 1 SABP21
. MeSA#4745 SA (Forouhar22005) (K1-A). 2.k
A EGH3 S FUSAFIR [T L AR Y S A-
Asp NI (ChenZ52013; MackelprangZ52017). 3-SA
$24kEFS3H/DLO1AI5-SA ¥4k il SSH/DMR 653 il 1
SAKALH2,3-F2 B IR B R AN2,5- ¥4 3408 B iR (Zhang
22013, 2017), T tHUDP- S B BFUGT76D1 I
% SA-GlcFISA-Xyl L Hi#)(HuangZ2018).

1.1.2 SATZSARZSF(ES, (BSAREFESA
R BRI FSARG, 3 JI(Cucumis sativus)

TR D) B I P SA S & B TH(Metraux“$1990);
JHFLSZAZ I R SA S B 2015 . RGN iy
hns % (Malamy%51990).  [F)67 # 7R ER AL K I, SA
e T B 132 e i 02 B R 4i i A (ShulaevEs
1995; Molders%51996). HiHEd, SAZSAR F
Gif55 . (B, 24554 hist 2T MR st & &
HSARGF R, (HAES hilf 5242 3 J 395 H il
HSA B AT B AR 7K P (Rasmussen®$1991),
YLRH R G F AR R R ISAFHAS R 2R M i
11K . NahGELPALYTER SR bk 5 B A AU R PR
I ISR B S22 0 i A I SA R AN 2 &R
et ;b 5 S SAR ) R BEE 1 AR AZ I )
P ERZ A SATL &R, (HSAAZSAR R GG 55
R i 3 SAR T ESAR F (Vernooij &£ 1994;
Pallas%1996). 7EfLFI I+, SARFE RGH fy
ICS1ZIEFISA MK Hi(Attaran®52009); 1EfId
Smol AR R, Zimt i A SA R, (H R G0
FHEASAR R, AR T8 R 5 1LSAR
(MishinafllZeier 2006; Singh%52013). [Kltt, SAZA
SARSARF R[G5, (HRGN 775 FSAR
TESAMNKE MG %R
1.1.3 MeSAHIRGESThEE

MeSA & —Fh% R MESARTAEYD, ToE Wik,
RN NI EASSAJE A Ae 2 /E H (Seskarss
1998; Koo52007). TMV1{Z 4o MHF M2 7 A
HAE K HAEMeSA, 5| EZ 2k RGN 7 AR
ZAZ AR A SAF R (Shulaev1997). A i,
MeSAR BEA/E N — T SAEAS 575 R AR v Bt
PR ) A 338 S B B P B o (R, 52 4R J0R 0 A Ak
M S HA R 9% H il MeSA & & Tt =, $ig 2
ARG rh, AL NSA, M S SAR (ParkZs
2007), R HMeSA W RENE N —FIERE IR N 2 1
SARRGE T . AR MMeSARILFE I+ bsmel
SARME ] 2 5940(LiuZ52010). 5 2 7 MeSAAE
NEGAE5WERBER: 221 7 HSAKER R
0 SABP2 [ g g 5 74, BSMT11{# 1L SATE Jik
MeSA; 2R FIMeSAZ ) J i i 12 B) R G0 v,
FHSABP2MEIL AR ASA, MIMTi% FSAR. TEHL R
Frh, R MeS ARG (MH HESABP2 [F]JR) 1) R A2 A4
FSARME 591k, 3 IH FHMeSATEEE{# {b MeSATE
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Fig.1 Biosynthetic pathways for SAR systemic signal compounds

PAL: RN R FRIAEES; AIML: 2B HE-CoASR L EE; BSMTIL: 78 FR/SA FHIIL RS BlY; 1CS1: 554> R & Rl 1; EDSS: MATERi2E A,
PBS3: L #f; EPS1: BAHDE 54 #2[; SABP2: SAZL &5 12; SA; /KMIR; MeSA: /KM H h; ALD1: a-Z L #55§; SARD4:
IR EBS; FMOL: 33K Hun%B§; Pip: RIEER; NHP: N-JAJE0RNE IR, SFD1: 3-ff i H-yih i 088 GLIL: H ol G3P: Hih =ikig;

ROS: 7G4 AzA: T .

FSAESAR T 75 (1 (V10t252008) . fcilt K IN, T
B 4] 75 S 1R ST UDP-#E JE H B iFUGT71C3
P MeSA, mMeSAFaZs, M7= SAR
(Chen2019). {H %, MeSA{E NSAR R4 1% B 11
TER A — 25, a4/ IFbsme 11615 577 46
SAR (Attaran%5:2009).
1.2 PipFOINHP

Pips&t —FhAR S AR AR, LaEPIR A I
(s R AR = . R R B R A
Pip#H B (PalfifIDézsi 1968), Feilr ik B Pip K HAL
PINHP & SAR R 4t 15 5 (Hartmannfl1 Zeier 2018),
1.2.1 PipAINHPHI & R 517

THY) T Pip B SR I I 42 A . ARG I
Pip & i@ 12 (K 1-B): a-Z IR EFALD (L
L-Lys Fo-Z 5 82 AEH, BRI He-R

FH-a- O R (DingZ52016; HartmannZ5$2017), K
IACTE 81,2- Bt K IR DE IR, S M4 4K J5 T8 12, 3- i 7K
WRIE R, 225 S IRk i S B SARDA 1)1 F T i
L-Pip (Hartmann%§2017), fiz )5 H 5% 2 500 % B
FMO1 (J& T H JL IR UE B8 N- #2105 ) #% {4 AN HP
(Chen%2018; HartmannZ$2018). HR#EALDIE]
SARDA4 [ 13040 i 5 17 HEM, Pip7E i 4k o A ik
(Sharma%$2013; Cecchini®$2015a; Jung%$2016).

B H RTANE HEFMO 140 i 58 A7, (R T 5
A 5300 73 BT B B SR FMO s ox) CARIE B 5E
A M (Li%%52010), fEedsSTH UV S HNHPAE
S0 E T %, RHMATEX 2 5 HEDS5% 5 NHP
4 i (Rekhter%£2019b), HEMEDSS A GE{L HEPip M
JR A 1) MR B35 . PR, PipfE A A R, K EE
EDS5#:3z $ i, £FMO AL JE INHP (Rekhter
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2:2019b). XL FE HICSIRE & SAE W A
FAL(Rekhterd:2019a).

NHP DAV 2 74 A A0 A2 AE, 11 B B
12 9% J5 0 g I b P Fh A sUNHP ) 2 35 872 2 (Chen
242018; Hartmann:2018). J 1 12 44 J5 Pip/NHP &
iR FEHALDI. SARD4FIFMOI £l ik
(MishinafliZeier 2006; Navarova%$2012; Hartmann
£$2018). PipMINHPfES FPip/NHP& Biid 4% 2k K]
ALDI. SARD4FIFMOIf]5i%(Chen%$2018; Hart-
mann%52018). [A I, NHPXfPip/NHP & k& 4% B
A IER BT DRE. Pipik 215 FSARDIFICBP60g
%1% (Hartmann%52018), SARD1F1CBP60g H. #2241
[ Pip/NHP & & 1% ek HE P ALDI . SARD4FI
FMOI, i NHP4 ¥ (Sun%$2015, 2018). 4 F#i=2
Y5 B MPK3/6, #3EWRKY 3345 4 ALD1 A 51
E e, IR HLRIA, R FPipMINHPE L, T2k
MPK3/MPK6-WRKY33-ALDI1-Pip/NHP /] 1F 4% 54
(Wang&52018). TGA1fELE & SARDIE 8T, TGA1
MTGA4IESARDIFICBP60g3e 1k, MM 52 Pip
& BRI 2 (Sun52018); CAMTA1/2/358745 J5 5 it
ALDI FiAFKRIE, RiEPipA (Kim%5:2020), H
CAMTA3 %54 CBP60g a2+, camta3FR B i K-
SA. PipAIINHP, i }JCAMTA3:# it § 1 CBP60g %
A1 7 5 Pip/NHP & il (Sun5:2020)
1.2.2 PipfINHP& R{iE1E 2SARLFHY

IEH GO, YA N Pip MINHP & S AR EE
KA B (Hartmann 1 Zeier 2018). 7 [# 132 G4 fe
B Pip FINHP A BR, WU B2 4o )5, KFE
(Oryza sativa)~ 5% (Solanum lycopersicum)~ K
T MHEL, W Tt Pip A B (Palfifl Deszi
1968; NavarovaZ$2012; Vogel-Adghough%$2013;
AbeysekaraZ:2016), MHEL. 75 hh(Solanum lycoper-
sicum). Jr3%(Brassica juncea). FUFH T 55 FH Ak
NHP; & fIPip/NHP & 5l A I L-Lys & & 37 14
Jn(NavarovaZ5:2012; Holmes%5:2019). aldffmol s
RS T R I SAFLER L B AR RIRIAFISAR
(SongZ§2004a; MishinafliZeier 2006; Liu%52011;
ChaturvediZ$2012; NavarovaZ$2012). sard45213 M
JrHPipR R B3 R R, R R PipfR R Rk,
REE SSAR (Ding52016). 4MiiPipfiE i S Pip

A R T 28 A5 A 77 42 SAR (SongZ52004b), {HA
AeE S fmol 7= SAR (NavarovZ£2012; Bernsdorff
2:2016). L FIXFMOIT DUHE 40 I+ AR O BT
J5i 1k (Bartsch%52006; Koch%5$2006), {H & SARD45E
B Ja it RIEFMO I FE I K 22 P Wi PE(Ding 5%
2016). 4, 4MtEENHPAREVK & ald 1 FfmolFJSAR
M (Hartmann%5$2018). [A I, Pip/NHP& A& 1%
FESARFT A 75 (), FMOL{EPip Mk, MNHP
ESART I RGES .

HhEL-Pip e S SAR, MD-Pip At ik &
SAR, {HIL-Pip+& 1% S SARAE M R (Navarova
2:2012). AMifiPipENHPAE 5 SHHEL . 2 AR
(Capsicum annuum)ZE{EY)P* £ SAR (Vogel-
Adghough%£2013; Holmes%52019)., it FiLINFE I+
ALD I [F)35 35 IR ) 7K RE AR R 6 18 558 %o R I 98 PRI bt
(JungZ52016), 78 A FCHHAN T 4t p B FIEALD 18X
FMO 7] DL 32 @ A8 Pk s NHP K F, 38 58 5t 9 1
(Holmes%2019). [At, 4MitiPip/NHPEL K i& Pip/
NHP & & 72 52 = A Ak P IRNHP /K P /] DLk A
YIpeIw I, L B E BT A E 1.

1.2.3 NHPESARH ARG (ES

JRE 2 A2 5, &G FHPip/NHP & s
ZIELRIALDI. SARD4FIFMOI i1k, 123 Pip
FINHP & A1 FH 2 (MishinaflZeier 2006; Navarova
£:2012; HartmannZ$2018). 7EHLFg ¥ A1 K & 152
2 B 55 R Pip & & 2. & T Ri(Navarova
4:2012; Abeysekara®5$2016). [Ff7 Ron 6 %
HH, “C-PipRE M S s Bl R 4ot J v, I
- SFSAR (Wang252018). fEsard4 3212 M
PipRE R B m KT, RGN H A PipfL R I
7 J5 (Ding%$2016; Hartmann%$2017). K, 7F1E
WA RPip AT R K EHL M Z 2 M 8 B R 4t
MR F . WERG G, R A HFNHPR 25T
SAFIPipfH B (Hartmann®$2018); NHPHEE S B 4E
T Rlfmol7=ESAR, HIE RS M A 6l #INHP-
OB HEMI(Chen2%2018). A, NHPEEH: O B3
BT REAE NSAR R GG S EME IR N5 iE
1.3 G3P
1.3.1 G3PHIE

G3PZWERU =4, FAREY & AR ik
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2, G3PERE2%EAE(E1-C): — & M5 A Hr i
TEH B (GK/GLINIEH FIE RG3P; — & ik
HHE TR R R N R 4 B TR R R TN I L i
(DHAPR)/3- 2 H it it = (G3Pdh) SFD1/GLY1
(14 F JE i G3P (Chanda42008).

1.3.2 G3PZESARFHI{EF

P I 212 M Fr R G3P/AK T 2T E, HAR
Gt ;i G3PIK P L 32 A2 v v B S (Chanda %y
2008, 2011), G3PAbEEHDLRg S+ AE R 7 S 7 s e
BoE R gt Fr b R R4 5 25 F2(Chanda62011);
ANG3P ] S IF . K FNZE (Triticum aes-
tivum);F= 4 SAR (Chanda%52011; Yang%52013). i
B T W AFAE AN [R]E 40 0 5E f7 1 G3Pdh, Horh 2 A4
G3Pdh7ESARHHE/ER] . SFDI/GLY 13 5 A G3P
Ak, FG3PdhEg s M & SARFT L 7 1 (Lorenc-
KukulaZ$2012). sfdlZZfam ) BLambditk . SAFR
BB DER R RZ MW, H2E KRG SA
MR DR FRIL R E TR, HARETE FSAR
(Nandi%2004; Chanda%52011). 5 —ANFiikg3pdh
F—A P R g3pdh 9875 1 32 I H S ARG i % 7Y
(ChandaZ52011). JRAG3PA RIS 1% G IR 2
RNl 35 (R S A AR s fd2 . fad 70 B2 B e £ il
KA K mgd I FZ B H SAR B¢ % & (Chaturvedi
2:2008; Gao%5:2014). 4k, G3PfRi iR G3P
ik S 5 7% it (1 AL G3P L Bl H il B g 9 51 /2 G3P &5
N PR R AR act TR AR E 97 T JR 3 4= 44 Ja A
2% S SAR (ChandaZs2011). [AIRF, M b4
JRG3P I H i L PR R AR Ak g li 1 Th G3P & & 1
ANBEE S SAR (ChandaZ52011), Kk, Ji 44
DHAPR/G3Pdhig 42 A1 i 5 7 H- i@ 42 & B )
G3PJESARFTL N,

S A RO R TTAE AR RS2 AR T R S
A% Ssfd 177 4= SAR, {Hsfd TR IR 3242 9]
5 A B A2 B A B flsfd 1 5 F SAR, R B
sfA1TFISARER R B2 RIAN e 7= £ G3PEAH S Rl
5 2 40155 T 5 3 (ChaturvediZ$2008) . FH“C-G3P
WEERZIZ M ), “C-G3PH AR B R G A
W, ABTE RS AR RS DN B — R R FIG3PATAED)
(ChandaZ52011). dirl Mazi 11555 512 44 5 A Ge
ZG3P, 1] HG3PANGER S B 05 S dirl Flazil 7~

Z4=SAR (Chanda%$2011; Yu%52013). [Kith, G3P
SSARM FHEDIRIAIAZI, HG3P. DIRIFIAZII
AR, T R — AN S R 1 S B (Yus%2013)
1.4 AzA
1.4.1 AzZAHIE K

AZAR NG EAG ) — R CO R IR ™. 4w
TF9-NE A HO-LOX) AT S SR A . i A
FEHIPUR RN (VicenteZ52012), {HZE9-LOX ) lox-
11ox 5 XTG4 95 B 175 3 I Az AT R R 2 52
(Zoeller%52012). HI T4 I+ ANFAES- 1 AL AN
ZLAR RGN 13- AL A R B, Rt AzZA TR
W 2 A A Ak, Tl P E(ROS) Z 5 1)
ARlE 40 & (K 1-D) o B 3URE 3 1 ah — s
(MGDG)FUR - FUAE 5 H i — B (DGDG) S5 AN
NEWTBRFEROSAE i T 2T 19-F AT R £ 1R,
AT HAZA (Zoeller®:2012; Wang%52014), MGDG
FIDGDG & J ik [ 92 AR dgd 1 Fimgd TRERRAE 5 B
Y5 A RET A AzZA (GaoFF2014), M T U W]
AzAHHROSZ 5 [1E/G #1155 ik
1.4.2 AZAZESARFHER

ToREA AR G5, AR TR S22 T AzA
RS RS~ 10145, 18R AR 35 AzA S 2CH
B N (Jung&:2009; Zoellerd$2012). AzALLFE
LR T REAR T Ay BURES, BEE R R G
4ESAR (Jung2009; Cecchini®$2019); FC18A M
UG 107 R Ak B 400 A T AL, 0 B AR G S I AN
AT ER = E AzA, F15 5 SAR (YuZ2013); AzAFT
RS S KRG A4 SAR (WittekZ52014)
B R EIR, At AzA IS RE B 0L FE 7 Fl
JH ARG PR R GE v B9 7 T R (Zoellerd52012;
Vicente252012; Nagy42017). AzARfEH FSA
R, (R R G AZARE T T R i SATL &R
HBOEE 515 S, RAZAT]BEAME N — ML)
TARAE R Gt SAR R AT F#SAR (Jungs
2009). AzATESARH [PI/EH % ZDIR1 (Jung®s
2009). AZIIFEARLI1 (JungZ42009; Cecchini%%
2015b). FMOIFIALDI (JungZ2009). MPK3/6
(Cecchini®4$2019), FLD (Singh%52013)#ILLP1
(Wenig4$2019), (H AT ZSFDI/GLY 1 (Jung%
2009).
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52 TG BN AR G AU R T 0 R S R
th AzA & B T2 THE (Jung®52009); %154 % 6 &
B BN EE TR B R R R B AzA R
AR, H A R T EDST (Wittek552014)
TMVA{Z G A AR I BB Bl AzA S B AH
BER N (Nagy2:2017). FI*H-AzA AL PG T 44
WRJG, FEACER I () B AN R ge i )
B 2P H-AzA, A NAZAZRSAR R Gif5 5
(JungZ52009). ""C-AzAREMALFLH F #2i8 F] R 4t
- R S b, K843 42 BB (Cecchini &5
2015b), (HAZAHARE AR #4212 21 #h 1 353-(Cec-
chini®$2019). AzA¥% iz EAZIIMEARLI1 (Jung
2£2009; CecchiniZ$2015b). B A AzA W] LU
0[] 3 22 AE 3L A vh 5 32 (Lim352016), HAE R 48
o R 2 B AZA AT A YE AR AE (Yus52013),
HEMAZAFLA AT A i . (Ha2, X T AzALE
NSARIRGiE 5 WA — 54, S22 i
AzA RBLT% 5518 ) R4t Fr i (Yus$2013), £
BAEZRZ M AR AR A AzAT B (Navarovass

2012).
1.5 TERES¥R
1.5.1 DA

DA —MC20 =i KM G . FEEF R,
I S P H i o 4 £ B e B IR T RO
M, AANETE U AT R T 0, a5
HhEH A B o SR A B (4T PR 2 2R P4 S O BRI AU ) £ 1k
& DA (HambergerZ:2011). IFg 7+ HAEE T
Ft A MEECYPT720B4, JH i A BT B i 12 A
FDA (Hamberger%$2011). fESARH, flrd S A ik
I RO B 3895 P DA S B H ARk, {H A
MEDARE S TR IF . F i A FLAR AR 77 A SAR
(Chaturvedi%$2012), FH*H-DAKSFRL.F I+ HE A% T 348
A JE, DAREPUE %18 B R4 H A (Chaturvedi
2£2012), RIDATAEASARRGE 5. DAL
e b R Re SR RGiH v ICST. NPRIFIFMOI
KIENSAT R, RIHDAIE T SART ZSA A ke H
{55 %44 (Chaturvedi%2012). [AF}, DAY $SAR
A 75 ZDIR 1 AIFLD (ChaturvediZ$2012; Singh%§
2013), SFD1MIAZIIA 3 (1) G3PFIAZA(E 5 1] LA
#HDA% 5 SAR (Chaturvedi®$2012),

1.5.2 BiERESYR

FE RV WL (VOC)IEFE Y % 55 Ui L 4 A0
T2 7 0 e .+ e B A L, (H LA I SAR H YY)
YERFEATE 2 . ik R, SARES G, fEedslh
2 /b HMVOCHIHE K& %3 N, A i ik
H IR IR A B a-FA TG« B-FATE . IR A
T b S S5 DU Rt 287 ot (RiedImeierd$2017) . o-F2
iy B-FAME . PRI REIBGE SARR ZANBE T R KA,
FF5 FSAR; FLGE G G A  FHEIL R g 158 A
thggrI REEHE FSAR, HAZZ M H FHSAF
ST BN (Riedlmeiers2017). 254 g 28
AR tps 24 T FA TS 5 K BB E TR, RS S
SAR (Wenig&2019). [, #AM5RETS FSAR, H
TSAH I, BT TSA. MSARMFE A% K H K
(AR 5 R ER I e 75 3 AH AR AEL R = ZE SAR, BRI HhixX 26
i S o1 AE A - A 18] 7 TAE 5 A% 3k b2 A
(Riedlmeier5:2017). A& i 545 & 75 ZLLP1 .
PipAIG3P, ifii HLLP1. PipFIG3PiFizHA M5 % S 1)
) -FEYIRISAR, H i Pip MIG3PiE o [ 2k
(WenigZ52019).

2 SARRGESHIFEIE

TESARY, 2= R P2 AR ) R 45 a4t
EIR IR RS0 7, I FSAR (Dempsey
HMiKlessig 2012; ShahZ52014). —f&ikJy, SAR %
GifE Sl YY) B i is, B T AMA AL
138 4% (Singh%52017). AzAFIG3PIE i L 5 f4:4%
i2, MSAFIMeSA (B{ V045 Pip/NHP)1E it #MA
iz (E2), (A D ERAzZA. G3P. SAREMN
ZARW g B &2 4i it i (Chanda52011; Yu%s
2013; Lim%52016). MeSARFAE1E J 5 K S 4%
&S Y- AL B PAE S (E2). H AT,
TSARR GG T K sl b, (H— 2 g
¥ 2 5HEP1E N SAR R 4115 5 1) ¥ 12 (Chanda
££2011; ChaturvediZz2012),

2.1 DIR1

DIR 1J& T 4E 4 5 M i ot 7% #% & 2 (LTP) X
o HNFE T dir IESH TR AR LI e 7 AR Jm i, 2
AHEH FESAR (Maldonado52002). I B 15 44 Ja 55
M E, BPAERUE R R )RS R R
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K2 SARZRGE 5 izt

Fig.2 Translocation routes for SAR systemic signal compounds

SA; /K#1&; MeSA: 7KW1 H lig; Pip: URIEES; NHP: N-Y2IL0RNE RS, G3P: Hilh =#iig; AzA: F—

I%; DA; JiiZUM\EE; pinene: fAT; PD:

)% 22; PDLP1/5: M) 422 e Ak 111/5; AZIL: T 4 [ 1; DIRL: F Stk E A1,

Sdirl 774 SAR, {Hdir ITEVE RGN 7 ¥ 585
WANRE 1 5 B 4R AU A 77 2E SAR (Maldonado%f
2002; ChaturvediZ$2008). K., dirl i AISAR %
Gif5 5, UiUIDIRI K Yy fe & 77 AL BiA% IE SAR R 4t
59 . PIMIFIEfFE—DIRIEBEH, HY
SART:J(Carella$2017).

AzA. G3PHIDAZYES S SARI #87 EDIR1
(JungZ%2009; Chanda%52011; ChaturvediZ$2012).
TERZ AR 90 s A R Il 2IDIR 1; #Edirl )5

B A b BRI 2 IADIR13F% S SARJGE, Al LLE &
ot B HPAL I 2IDIR L, HEMIDIR 1§ A S22 1
a3 2400 Fr 1 (ChampignyZ52011, 2013). %
PR G 75 SAR I B I 7 90 2 075 HE WA Pk
SFF T dir I FISARBRFEFR AL, T H mr il 2 28480
L FTFDIR 1) & [ (Isaacs252016) . ik )% 42
SE 7 % [APDLP1E{PDLP5 (40l B IF M bk AN BE 15 5
SAR, TE R GuH Fy ) B2 i v+ R BE A £IDIR1,
FHDIR1 AT A 18 I o [F] 3% 22 75 40 ffd 7] 5 32 AN i 3
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1T R GiME 5 (CarellaZ2015) . fEG3PAFHISAR
i, G3PRTAEMI N2 B R Gy ()5 ia /R 2
DIRI, MiDIRIMSZAZ 0 Fr Bl R Gt by (1) 512 0 75
ELG3P, 1 HG3PATA Y FIDIR I (1) #5181 ) A= A2 3
JF A& (Chanda%$2011). DIRIZE R G Fr Al g
EMeSA(E T H K(LiudF2011), HAzARIEJf
ANFFEDIR] (CecchiniZf2015b),
22 AINKEREFEER

AZIZ—ANKLTPEA, R THEMMEE
R R A F A FEARLI W 5K i . SR IF
EARLIVEZEA TR, H A AZITFIEARLIE
ST R BRIAEZL . SRR AN J I R St
B fh £ 5 (Fernandez-CalvinoZ$2011; Cecchini%
2015b), H#EMAZIIFIEARLIL )} BISAR R %5 /5 2@
I R G a2 A R

W F T azil Mearlil, 2120 ReBEOE BT T2
KL, AH R G A GErZAESAR, HAZAAREIKE
azil FISARBRIEF B (JungZ5:2009; Cecchinih
2015b). fEazil Jait By RIKSAZII B EARLI,
A] Pk 5 L SAR B[ % 7 (CecchiniZE2015b) . K1,
AzAF S SARIN FZEAZIIFAEARLIL. G3PHIDA
7E1% S SARK 75 ZAZI1 (Chanda%52011; YuZs
2013; Riedlmeier&:2017). azil FMearlil M IR
“C-AzARIEE J1IRTY, “C-AZA WAL TR iEE B &
G Fr ) 7K P i 2 R B (CecchiniZ$2015b) . [K]1,
SARH AZARIZE FHAZI K HFHEA .
2.3 PDLP1/PDLP5

0T 32 22 2 HE D 240 B TR A B 1) 180, 4%
R s . MR 22 5 37 8 H (PDLPs)
A& 8 L AE O [A] 22 18 T8 T S TR 2 AR R, S
S 55 [ W (AmariZ$2010; Lee%52011; Wang
£52013; Caillaud%:2014; Aung%2019; Liu%s
2020). AzAFIG3PIE L5 438 i 2 4=
1B RS b, JE52 M R 1 22 38 3 (1) 4% (Lim
52016). WERAG, pdlpl. pdlpSHIRL %
PDLPSHEMRH 22 e IEH L RSA. AzAH
G3P, (HANRE1% G2 4ESAR; 4MiiSA. AzAFIG3P
NEEE Spdipl . pdip5FNid ik PDLPSHE R4
SAR (Lim%:2016). [A ik, PDLPIFIPDLP5Z 5
AzAFIG3PLE i [A] 3% 22 vh (¥ % 12 AT I 2 SAR .

R YL S, R IAPDLPS KMk RSt Fr ¥ i
S R AT A 2IDIR 1, NI DIR 1402 8 it g
() 3% 22 38 T8 M B AR e it i iR is B R g
(Carella®$2015). PDLPI1f¢5AZI1 fMIPDLP5 F Ak,
#EMPDLP1/PDLPS 5AZINE i — AN E &K, &
SARZGiAE ‘T EIL B (1) #4128 (Lim552016)

3 SAREGMIESHEIE

3.1 SAFIPip/NHP[a]HY B {E

SAFIPip/NHPTES i 155 BORFUE Fi&18 7
MAFEHAE R R . Pipihs S SAE UEIEFEKIICST
EDS5FPBS33R1K, SALIH I 175 3 ISAH (Na-
varovaZ£2012; BernsdorffZ2016; HartmannZ
2018). fEaldlfisard4™, 52120 Fr A SATH REE A
TR, HRGEM R SATH B 58 4 9l B KT (Song %5
2004a; Ding%$2016), R RGH H HSAH KT
HPip/NHP. SAiFE SPip& MiREILKALDIM
SARD43%7%(Ding%%2018), H R4 /i hPipfl 2
FSA (WangZ2018). [At, SARIPip/NHP 8] {7-1F
BUAAE 5 RS fEZ R, SAFRERE T
Pip/NHPH %, {H1E R4 F HNHPH 2 5T SAFH
Z(HartmannZ52018). K, £4iM A A NHPAE 5%
TESA G EANAL B, %5 S SAR. SARD1AICB-
P60g /& SAFIPip/NHPA Bt 4% 1) 3 7] 1E 1 4% K 1,
H#SAFIPip/NHP 153, Kl lLSARDIFICBP60g
A 82 SAFIPip/NHP [B] B[] 45 5 B AL (1) 32 ZE
F7 8. Pip/NHP5 5 [ SARATE7E MK S A FH A 1 At
SARIAS[E AL, M B SAEPip/NHPE 5 UK
2R (Bernsdorff252016). #Esid2Fnprit, Pip
FINHPHFA Z K390, Rl #Esid2 PNHPA 157K
B2 (Hartmann252018). [k, SAXIPipH:1tJy
NHP[ A #E BA s E A .

EDS1HIPAD4,2& SA{E 5 145 H 1 R B 1.
EDS1AIPADA{i #Pip/NHP & filiid 15 5 K ALD I Fl
FMO17%i%(Song%52004a; BartschZ:2006), fEeds]
HMipad4HPipFINHPH 27K ¥ & 3 T~ [ (Hartmann
%2018), Tfi HPAD4 /& Pipi% S SARFT L 7 11 (Na-
varovaZ$2012). [, EDS1HIPADA4LEPip & Al
F2IAL ) N A R T R IENHP S R, A7 T NHP
AR B fEnprive, SAFIPip A EES FSAR
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(Navarova%2012; BernsdorffZ£2016), 3 #INPR12&
SAFIPip/NHP{E 5 &2 1) — ML =7 5. MLO2
FESAMIPip/NHP{E S48 1) o5 — ML AT £,
NSAMIPipH)iF SMLO2% %, 1 H.SAFMPipiF S
SARK} 75 EMLO2 [ /E F (Gruner&2018).
3.2 AGIESERESROSHELE

AzA T EPip/NHPH & R E KALD 11
FMOI (Jung%:2009), R4 F R Pipf & & PipiF
SSARMWFEZLLPL. G3PHIFAM (Wang252018;
Wenig452019). AzAW] el (2 3E G3P & g 1%
HSCB S N GLYIRIGLIT R 3K, INRG3PA ik, M
75 FSAR (YuZ52013). JR B 1R 45, LR T+ HE ik A
WG3PE & LT 5T AzAR 2 (Chanda%52011), H
AzAV] 5 T G3P G S E RAS M sfd IFA 1k 7= 4 SAR
(JungZ2009). [, AzA 5G3P. NHP{5 S 174E
KBk, G3PARESIESAH B &, (HREE T RS
HF HSABP2 Ll FIEFBSMTI R ik, 1€k
MeSA[AISAHEAR, iM% S SAR (Chanda%:2011).
G3PANRETS Fsid2FE R 7 ESAR, SAt AR
gly I RgliIfE#kP* 4 SAR (Chanda®$2011), K tSA
MG3PAAE HAE R R {EFAME 15 FSARES, PipAl
G3PTE LI — MBS IO R BHR 53R, TiAZzA
MIAE R 721 FH (WenigZ52019).

ROSTESARH EA/EA, HE—%E LA NO)E
B R AL, ROSFINOFE AzA-G3P15E 5551
AR (Wang252014) . 50 AEL, Pipfie it
ROSHINOH ™A= M 75 T SAR, 1] HROSHINOAY.
TG3P_LiF; NREAINO. ROS. G3PE{SAMIR
Bk, Zgirt i Pipfl R, B RG M A
Pipf il ZESAMIG3P. kil A, Pip/ENO-ROS-
AzA-G3P{E 58 1) LI /E A, NOMROSHEZ 1%
ARG A 5ARFEISAR R 415 5 AR, Mifi
ANWTRCRAS 515 S5 (Wang52018)

4 NEHRE

REGE T RSARMIZ O . EITSARR S
55 B HAE F AL AT DU XA 5 G052 (1 B
WANIR, FF LA A SE Rt IF & A W9 2 I 42 10 4
R AR, IR SALE HIRHIERT R HOAE Y
TG 72 MR ki R 7 KR S [ AR N, i

NHP & i 4 ] DL & AE 20 500 M (Holmes 55
2019). {H/E, HYISAR R G5 9 H # £ 17
AR (DHISARR SIS S . SARRGE S
(1) %32 e FE AR 1R B4 J5 6 hP (Chanda®$2011;
Chaturvedi®$2012), B2 5T R4 A HSA. AzA
MIG3PFR &, YiWIZESA. AzZAFIG3P b fE e Hofth
RAUE S . (2) SARRGE T HLH. SA.
MeSATE R AMAH #4132, 1 AzAFIG3PAE L i f4
¥4z, HhDIR1, AZI1. PDLP1/SH[ftZ 5AzA
MG3P#iz(Singh%52017). {HJE, NHPE HATA W)
FE T ASARRGUE 5 A RN, HAE EH A 2 2%
NNHPRE G BT R Gk iz o #5458 R 56 E
SZo BBAh, SAR R GG S EW) B et pi ik b i ia
I EARPLHEIEAE R . 3)RGM A HSARR SIS
SEM. R B LLTHESERL. WER
YIS R A ISAL AzA. G3PZ:SAR R 4:
&5 A R R Re 12 B 240 Fr (Chanda %
2011; Chaturvedi%2012; Lim452016), % S:SAR
TGS SRR kIR T REm I E kG
e Bk, RGH S S AAESARSE SV &
FOFIAR SR AL 75 240 ST B . [RIRF, NPR1/3/44F
NZARIBAISAE 5 IR 3 N (s 5 8%
(ZhangFlLi 2019), {H2 R GuHt v Q4] &k EINHP
AzA. G3PEESARRGAE T LA LIREN 5 Wit J5 3)
HEE N RSG5 B AR S ATE .
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Systemic signals and their mechanisms in plant systemic acquired
resistance

HUANG Ziling, LI Dayong, SONG Fengming”

Key Laboratory of Crop Diseases and Insect Pests of Ministry of Agriculture, Institute of Biotechnology, Zhejiang
University, Hangzhou 310058, China

Abstract: Systemic acquired resistance (SAR) is a defense mechanism induced by local infection of pathogens,
conferring broad-spectrum resistance within the whole plants. During SAR, a variety of systemic signals are
generated at the primary infection site and transported to the distal parts of the plants, leading to the systemic
activation of defense responses. This review summarizes the recent progress on the function, transport, mecha-
nism and relationship of SAR systemic signals including salicylic acid and methyl salicylate, pipecolic acid and
N-hydroxypipecolic acid, azelaic, glycerol-3-phosphate, and terpene compounds (dehydroabietinal and
pinenes).
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