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Abstract: Plants and algae use chloroplasts to convert light energy into chemical energy through photo-
synthesis. The chloroplast is also a main organelle to synthesize essential compounds including fatty ac-
ids, vitamins, and amino acids. Thus, correct formation and functioning of chloroplasts are essential for
plant growth and development. Chloroplasts are semi-autonomous organelles that are specific to plant
cells. In addition, chloroplasts have an independent extra-nuclear genome, which contain many functional
genes. The expression of these genes is essential for the function performed by chloroplasts. It has been
shown that chloroplasts can regulate the expression of plant nuclear genes through retrograde signals,
thereby coordinating the development and the adaptation to the environment or stresses of plants. This
article summarizes the chloroplast development, chloroplast retrograde signaling and the role of retro-
grade signaling in plant development and response to stress.
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- SR I H - JUACSE I 040 1 2 N 3R AR A T
BWIE R FEHA I RE i K N 3L A
PR 25 %, DR B T ke 1) 2k BT K0 4 48 e A% 380 40 O %
U AN F 1004 3 R B - 244 £ B T R (Dyall
5E2004). SRR A E OB G A% AT S A
DR 2 22 161 A 1 1 (Wang 252018) . I 4 A 5 %
B PR A 22 [AAEAE XS 5 32, ek S 5
ARG S AR E R E SRS S, R AR
il B T B R & W5 S v R[5 5, Bk
N R EER R BB RRAYATE S . AT ESE
ST BUAME 5 RGO PR K B T RERESE B
feid 45 A%, LA 9 A% 5 X 5235 (Chan 45201 6b;
Hernandez-Verdeja fl1 Strand 2018), M- £ 440 47 15
SHSRNEIRINE T IEEMNSG, WRTFZES
Iy T AR S 2 A AR TAE ], HEAEAE B — 1
A 175 1 % (MartinZ52016; Jarvis fllLopez-Juez 2013;
Singh%52015), M4 AT (5 5K AR 3
R A% R R, —J7 T A] DASE i 1 45 - 2 A
L YRR AR R B AR SR B T SRR K F,
ST e LREEYE KK S, AR S
R HRRE S TFAER S b 8 . B
AT TR, M AR YATE 502 5 W3 77
(Arabidopsis thaliana) microRNA: Jifi(NottZ£2006;
Fang&%2019). T AT ABFFE, SO M S A6 K F
M SRAR AT (5 5 e 5 S AR AR A 8 N T 35 e
T E AT 45 .

2 HEFELE

2.1 EYAESERFIMERERLE

I SR A2 (1) T RSO A% 40 M 3 A 3 A A i — A
HEMAT, B, WEFFREE Bk, gk & mT b
ViAEREA S I AR P AEA (1 S A4 R 43
B 2H 2R A0 B A AR AR A4 1D AT SR AR R T SR (Waters
MILangdale 2009; Charuvi%$2012). 41t LR 7€
SRS AR KR I T IR . 2R RS
Tol o 25 8 P P /NI 39 5 6 T B A AR AIE 1 B R PR
NI TEAS R #iE s, YRR 3
S PR RT3 SSOEE T Rl e K 32 S04, 48 B
B I B R B O SR IR A SR, SE
HIRAK . AR SE k4% i 4 i 23 A LA B 254

AT RE I B3R, I d 24 A 23RN 28 ) o A
MY A TEZS 2 B(Chen52004) . H AT 41,
TR AV AR K B RO BRI 1.
CUA I FUR B, R = Sl i 4 i N B £0 ATz 21
I 52 4R e i L 2% (phytochrome, phy) R IEAT . 41
J AT LA 5 phy MG 3 14 B9 20 6 W Ui 2 Pr (phyto-
chrome red light-absorbing form; A, =660 nm)#f4 %
A R A I M 1 28 216 TR W B P (phytochrome-
absorbing isomer; A, =730 nm)f4J R I A% . FE4H
¥, phy 7] i#5 5 % 5% [A 1 PIF (phytochrome-inter-
acting factor) K 4E P, 4RI K & B E1EH]
HH 9% #% %L [A] (photosynthesis-associated nuclear-encod-
ed gene, PAANG)F1t A1 H AH 9¢ it 74 3L K] (photo-
synthesis-associated plastid-encoded gene, PhAPG)
FLFEAE . R R gD FRNA S & B (nuclear-en-
coded RNA polymerase, NEP) % 5 T PhANG [ #%
3%, T PhAPG Hi Jii 74 4 5 RNA 2 4 i (plastid-en-
coded RNA polymerase, PEP) #% 5t . phy 1] DL i i
HIHIPIFIE PhRANGHIPhAPG ik, E 1 8 45 i 4
K B (Rockwell&£2006; LeivarflQuail 2011),
HMR (hemera). RCB (regulator of chloroplast
biogenesis) FINCP (unclear control of PEP activity)
& H HT 113 phy /v 3 (2R BB R R H,
XU B ¥ N Z- PR XUE A 2 E (BT phy
e FEOE I G, SN S — MR N
DGR AL S . /MR RN R 2 3201
&5 2 ) (Van Buskirk%$2012; Chen%5$2003), 4
AW R ], HMRAESG/MAh B SPIFH AR/ &
phyAF S KIPIF LRIPIF3 B4 f#(Chen%:2010; QiuZs
2015). ZJEHWHFL R, 75— M Z-FURIERL B A
RCB 7 #2431 55 phy #H B/ H R A2 #k phy i€ £z 21D
/N DL fifp e e R FPIFLAIPIF3 . 456 Z HT A 9T
A LUR 5 HMRANIRCB 3 [F) i ik 4 55 [R -1 PIF ) A,
B 30 s AR 0 IE [9)5 i #% (anterograde signaling)
753 FUARRNA K A HPEP (plastidial RNA polymerase)
ML, FIEPhAPGHE 57(Y00%52019). 5 RCBANH],
NCPYEN—MZ-FARGE N H, MUEZ TS S
/AT BRI PTE [ fi# 1k 171 1755 PEP 5 L FIPhAPG
s, T HLE nT DLLE o 44 o B2 3 PEP S & 14 3%
fil(Yang%52019). tt4h, #F 50 KB, EIN3 (ethylene-
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Fig. T The model of the phy-mediated chloroplast development pathway
Phy AR 41 i 0% o AT M 0 Prl) S35 5 AR 7 AP S TF AAR, AL A TS sR—FTARAR A o MR8 BAZ LM o
HMR. RCBAwNCPAphy - 8o+ SRAA A F 854t - AR R AALE B o HMRAESG A b B4 5 PIF Z AR f A-§ phyA i
FHPIFIAPIF3ff . RCBZ Z:iG1E 5 phyta ZAF M R AL phy &AL 2] S R oA T fif 4% % B T PIF1A=PIF3. NCPALEAL
P AL MR R APIF AR, @ ELIE ST vAJE iR o AL PEP A &R K L.

insensitive3) 7] DA FIPIF3 B #2 B A i — > B AHAK
I e SR ot . 1Z R e T DU A RURAL
W71 506E S MR ¥, BEEGSRHLEAR
W& LIGHT HARVESTING COMPLEX (LHC) % [A 1]
JR BT EoR BRI LHCHE R 36 5%, SEBIAT 4
T AR TR e Ok B #ERR R 4% (Liug52017)
2.2 REMHRE

WS A 1) 3 ) Rl I A A R R KR —
AR AN IR, TS 50E61F
HEAEGERMEL T REAh . REECEOL
Z 41 (photosystems I, PSI). & R 411 (PSID). il 6
5 A4K11 (light-harvesting complex II, LHCID). 4l fifd
0, Z bof (cyt by f)FIATP 4 filf (Nevo£52012; Garab
2014). FhFFERAR T, HY SRR LR 24k

B HT AR T XA AE, HOAT A @ AR R TR
1 (Waters fllLangdale 2009; Charuvi®$2012), K%
A (R T B o A [ S AR B AR (R B R . DAL,
EE NN GOSN e N A S A T 2 s )
B

FRFENR I b1 FE ot 8 T AR AN BN S AR 9 35 53
JE 7] 4 1% 1 3 42 5 R (Austin F1 Staehelin 2011).
Liang5:(2018)ii i i F = 4 vy, 1 B A o i 1728
TRAEIRE AR SRS T EAEEARS
ELRIERIR R, 45 RFRW, EMTIRIK36 hiE, f7T
BB SR BRI E IR BEI0 5 2 BRI IR S5 &
FIZ G K B 2Pk, 75 O 2 PSIDT AR
Fo BT, ORISR IRAR AR B8 HoF ) R B AR TE
CAMREE EH A RIS, YRS
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TR LI, ATPEHE. eyt by AANLHCI 8 F 5 &
IR T . e, S I RBAR b NE R 2R 5
MR R Bk . 5 bR B PSIAT CURT L 25 iy
A PRSP . RO R, —FhE A7
FE I 23 A4 2K 30 /) 8 H (fzl-like, FZL) RSk 2K 7] 3
HRIAEARK B IEL N RERIE RS H
UERT SN, FZLAE SR AR R B R AR Ml R vh R
ToERENEH. REERERG LR T 5635
HAEEH I E A S GRS, A — PR AFtsH
(filamentation temperature-sensitive H)f) & HE &),
H T M-SR A AT o BRI, AL T2
PR R FtsHAE A4 mT DL [ 18 42 20 i 5 A
SRAR IR AR A0 B S5 R SR A B 13 0T B[]
R34, AT PRI 2R L HR H (Wang=52018).

3 MRIFEITES

TWATAS 5 18 18 A M 2% 240 fuAZ s s,
1E40 % 4 Hi Bradbeer¥(1979) & I 14 B A1 & B
S A 5 nT DAL A 5 D5 g B %) PR BT R o P S
BUE B . WATE 5 R E IR IIE T L, 1]
oo e s 7k catiil e e U o M R TR 2R =0 K YN
BB AR B B SRAR I 72 A2 145 5, J5 3 A FE Rl
A SR AR NS RS S . BUH TR,
WATAE 5@ E EaE3 B ()4 k2 3
TR B BLAN SRS P AR B RS, PR
SR = A AN BCE ZAME 55 QAR E S
ik R A B s DA L A 42 7 2UA% 346 31 48 A 5T B
YL DAL AR AN AR (3)1F5 5 I S A v 303 1
J BTN, 3 17 18 755 53 A4 A A ) 44 N (7)1 7 (Chan
52016b).

3.1 ZHMMHREFEITESERSER

WITE S RARE G T IHEME, OF
ZMESHIER. BlCmma i 4k u 4T
Bo R IR R EA 4K ()5 YRS B & Rog
1% (tetrapyrrole biosynthesis pathway, TBP)AH <) {5
S FEAR, QH PR ZEEL ARG S R
99842, (3)ih 14 (reactive oxygen species, ROS)
I FHE T EBAE; (PRSI FRiA (plastid gene ex-
pression, PGE)/ 5 H {5 5 i& 12 (Hernandez-Verdeja
FiStrand 2018; #4:75 35 2£2016), H AR &AW 4T

155 AR AR Z I, (545 2% 9218 BE AT AN
FEMSLAT AT T RER, /2 2 A A Tid &, it
) — (5 55 3 B 7ok U R R 85 AR, ki
W — N ERFATE S HIEZENSGE . CHERE
W, t(RNA"—J7 [ HPEP 2 5 5%, ) — J7 T i AR
NTBPE 5 i@ 42 H I LA R R Hl KA, AT PGE
MTBP HE T 5H SR APk A i FEHPh-
ANGZFRIE I B R R (K2; WoodsonZ£2013),
E VU AHE s A= ) Bt R b, DG A s f o T A i
FEWEE IR IR IBRIX (Mg-protoporphyrin IX, Mg-proto
IX)J2 f5e S 4 I RISt B 0458532 A Sk
WATE 57> T (1R F55552016), Mg-proto IXHIFH R
Al {I#PhANG 1A (Strand%5:2003; AnkeleZ5:2007).
A, GUN (GENOMES UNCOUPLED) 24 5 M- 4
RIATE SR OB R R . BRR GUNEE R & &
B A 5 4 B A ik DR 2H 2 1) AN g T A I AT
S 5 2 7] 1F 45 3 T(Susek251993),  H: 1 GUN4F
GUNS5% 5 7 Mg-proto IX 144 & B (Adhikari 5
2011; LarkinZ52003). #t 2 GUN4 I GUNS 2= 51
Mg-proto IX 21, i3 {FPhANG K iA &1 40, M
HI 55 R4 5 Al A TR 15 B S (B12) . R,
Mg-proto IXIVEH —BEAAES W BTN R
S3HT T DY A a4 S5 n ik (protoporphyrin, proto).
£ Ji N bk (M g-protoporphyrin, Mg-proto). £ Ji I Ik
HALHJiE(Mg-protoporphyrin monomethyl ester, Mg-
protoMe) () 7K 5 FUARIS AT (5 = [ A R k. 280
& N ER A A Rnorflurazon (NF)4b )5 () Y)
32 A BT 2PhANG (Lhchl. RBCS. HE-
MAI. BAM3. CADRIZIE/KF AR, HEfil 30
17155 WK, NFACHE S8 DU ntk s A=) & ik
K M, f4) Frproto. Mg-proto. Mg-protoMe
IR 0 25 PR . 4 UMM g-proto IXUK-F-42
151 )i, PAANG IR IE AR BAM ], S M4 35 5
AN, FEgund Flgun55AS A h | Mg-proto /K *F- ) T+
EIFAREIRE R, DL ERILE W Mg-proto IX
(1 F3 2 5 Ph-ANG (1) 35 7K V- 2 8] AN F7AE AH G
(Mochizuki %% 2008; Moulin%5:2008). [ Ilt., GUN4
MGUNSIAE FH AT RE 2 i 15 55 — A DY atk g =
Wy L 21 3% (heme) (14 7K ~F- Sk 5 1 DU It i A 5 0 1) 25
B EESEEYT, AN IEYATE S RIFTY
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Fig. 2 Chloroplast retrograde signal transduction pathway
ot GARBITE TSR RS AR S A, (08 i RI2 8 AR R AT T 4649, T & S AP g 1240 A e, il i3k A —

BAZF 5 AT RWF LEL AR, ERH R — AL R ETE T AR,

B FEFIEARATE ST HEME A

FORRA B B E KRR TR, FREAEF X(E 7 AE).

PhANGHIKIE . RAZKgun2. gun3igun6#iZ 5 I
2L FE AR gun6-1D 5 7% 44 i@ i 1k & 14 Ferroche-
latase 1 (FC1)¥ sk AR H & 1%, #HPhANGER A
(WoodsonZ52011).

TEPGES S/ 5 &5, o4 1) % s A B 1%
R WA WATAE T Bk A 2 Ao 51 e o T o Joia
AT 0 1) 70 PR R % 2R ORI AR~ AT DA ade 4 4

5] 5T 4 i £ 1) RNA 2 & il SR 11 1| PAANG [ 3 1k
(ChanZ%2016b; Woodson%52013), itz 4h, 5
PG M S IR L R (SCA3. SIG2. SIG6. PAP7AI
PRIN2) KA 2 J& , PAANG ) 32 35 9 4% 41 1] (Wood-
son%%2013; Hricova%52006; Gao%52011; Kindgren
552012)0  FHIG TN, 24 00 A 2k AT ) 3 s AR 1% 52
B FEMAN T, JoT AR 23 7] 40 AR K IE AT AS 5 K —
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WAL R R

ROS /& M- G A4 78 By 18 28 858 T AU 16 21 7 40
LA A0, RROSHI K 51 2 —, LA BT LU AL
AR A, FIR AT T SR R AT
1598 &% WE T luorescent (flu) RAZRZ H
HIAE 7L O, 15 Sl B ) FEAE A L . FLUSE R gtis—
P ARz DY L A= G BT R, fu AR AR AE
SRR PR EE N AN BEAM ] - 25 255 B o TR 7 ) SR
£ 2 IR (protochlorophyllide, Pchlide) { R B (Mesk-
auskieneZ52001; 175 3562016). I FREE 1) flu
RARG R RN A, KER R K Pchlide s 1
2204 6 BE % A% B B S S CO) T S 3O B K
HE 55— 2515 W18 A OC 1 1% 55 [l (singlet oxy-
gen-responsive gene, SORG) ) K ik I T 84 11 48
T2, $0f R AR A4 K (Kauss252012). {HZ, X4flu
RAMKHFJEXECUTER (EXI)FER S35 (flu exI)
J&, 'O R T IS R RIA M & 2 B k. SR
H I A ex ] DUTEAE AR o 1O, 4545 5 8 % 1 H Ak
I3 B AN 2 (Wagnerd5:2004; Lee552007; 1275
S£5016). fFHT 9 K, SAFEGUARDI (SAFEI)
SR T'0, R 3E B AT LA EXT I ThRE. 240,
IKEARIT, flu ex] safel 83544 H1' 0,15 5 1) N
SN IR AH fu safel W 5E G 0,175 S 1 S i R M
BB T flu exl safel = RAGAK, FKHSAFEI LT
EXDigA% 4% 0,15 S M MR o AN, flur™
A O R T — ST T EXTI M SR 4T (5 5
W, I HSAFEIT] LA £ 3X 4% 'O, 1 2 1 i
SEARIYAT(E 5 18 M (Wang&52020) .
3.2 GUN1 R EN S ZREEITESESHIE

HLAEZI304F 7Y, Susek45(1993)ia FH 75 2 (¥ 77
VA A B3N A T I SR AR AT (E T I ) O B
[H, Wk Ar % NGUNI. GUN2FIGUN3. GUNI%wiY
— BT H 44K I PPR 85 [ (pentatricopeptide re-
peat protein), 1% H il i B A A A 0TS S 1E
BT EmE RN RIEZOIER .. BT Q&R
SEGUNIZ 5k H I 416 a2 (TPB). i
PR EE N 23K (PGE)IDG & #1745 38 (PET) K1 AT 15
5 # T (Koussevitzky 5 2007; Hernandez-Verdeja Fl
Strand 2018; Kindgren%$2012; WoodsonZ£2013; fih
FEWE2021). REGUNITEWATE S S RIE

TROER, BEANFHATE S S0 T
FEAZIRTE2E . A, GUNIHIDNAFIRNAZE &
BE 1M ARG BUESE. M H i FGUNI&R AR F
WK, HAFAERTFTEGUNI ) AR5 1 T BER THI I %5
FhBELAS(VerdejaZs2018; Tadini%%$2016; Zhao%$2018;
Wu%52018; Jia%2019).

W F 2, MORF2 (Multiple organellar RNA ed-
iting factor 2) A1 cpHSC70-1 (heat shock protein 70)
W 5GUNIE A EAEA, 7 AT 5 50
A R R RINA Z % A1 2R 1 5 N IBE R R SR, AT A
GUN L4 i 4 B4 A% 0 A T35 5 % S AL 1 72
A G 3 J# (Zhao%5:2019; Wu%E:2019). Zhao%s:
(2019)% ¥, GUN1.5 £ MMORF21E4E HAE. MORE2
& UARRNA SR 8 R 1 A oy, 5 T ik
RNA K47 S 4 . MORF2id 3% ik #k 2 MO-
RF20XH i AR IFIRNA G 5 5 A8 1 o0, Bt
s BoR, MORF20Xh 4k % 1 7% 5 8 i k% ik
A 52 GUN 4%, X R B GUNI/EW AT 5 57 it
FE I 5 MORF2 FAE K 5 5 7 1 RN A G 4
BeAl, 2 i S R AR A R A THD I 2 5% 1 d st
FE IS, GUNT 5 cpHSC70-1 B A Sk 184 5 57 45 (1)
AR RS J1(Wus$2019).

4 MHFRFSEITESHEEDLEMPEN N
HhEIER

SR AR AT A5 5 4 i 2R AR I B 2 /SR IR Bt 4
BEER A S5, — 77 1l i 2 40 % PhANGHY
RILRYEFF 2R R B EC G 55— T
IR DL I 2o 47 200 M A v JF Al R ) SRS SR S
EYRAERKE, UIEEYDCE SRR JTEL,
YLk 7/pa puiks A SR VAR
4.1 MEREEITESEITEY A SER

g OG5, A0 A B R AR B O SRR
IR A 1F S B B IR AR K I FE R SR 1Y
J SR EMACEEE R 2RI TR
BRI TR T S B B gk
= RIS ML BRI (Jia0752007). 24410
1715 5 P A DG K Az b i il 12 HOE
M. WESY EWE, FAR(E S5 RERequnl 5
B A R SR8 DX 1, AH gund SRAZAAAE H SR G 5 &2
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NIRRT, FZmAbER . HEaRER i R
LRI R B #5323 T 4513 (Susek 25 1993; Mochizu-
ki%$1996). fERLAAE YU I+, L2 ARCRY 1
(cryptochrome 1)/ 1 WG FHDGTE A RIS .
Ruckle 5 (2007) 7E §ifi 166 gun 5 A8 P I 2 B0 Y 52 4k
TR KA A cry 1 5 gun ] FAG A )R, R AT
BT 9NE T LA MR . E b B gunl A
cryl A5 S SRARTEATAS 5, [R]IF ll RA8 4 (1) e
A RE, RO T GUNIFCRY {44415 4T
G AR TR . XA R GUNTRICRY 1
A BT i SRR D RE 5 6T A K A 1K 55 (Ruckle A
Larkin 2009).

AR AT (R 5 R gunl . ptmFlabi4¥s) 3R
LR T BRI B IR 2R AR B . RS 5 518
538 3T HYS (elongated hypocotyl 5) 1 ABI4 (ABA
insensitive 4) 1% % — X 0 -0 ) i OB H R 1 4%
YIS R(XugE2016). 4k, FHIMEP (meth-
ylerythritol phosphate)ig 4% /= 4= ' MEcPP (methy-
lerythritol cyclodiphosphate) 4\ 5 4R K10 47 (5 5,
FHrT LA R 7 o 0] S8 % 2 B - S 4R 2 1 3R
i5(Xia0%52012). & & I G4 4R ARt 7= ¥ MEcPP
AT LR AT YIS KA, R T H Tl
PLFG I ceh] RAAA T R T K EKIMECPP. il
i i ceh 14|, KINLI 44 phyB (phytochrome
B) & MECPP /5 [ IH 43 {30 AT (5 5 3 %+ ) 8 22
Rl o L AT RN, L0065 cehl TR I J
TR R AR F-phyB. S 5% )6 2 S PCR (real-
time quantitative PCR, RT-qPCR)Z#T K I, 7E41 5%
ZAE R, cehIvphyB TG T4 AR 1) B B A7 i
YK PIF4RNPIFS (W) 5K W3R TR AR, H
PIF4FIPIF5 4y 3 210 51 S MECPP 5] 2 1 T il
M. AL, L6 T eeh P A KRG L
R (YUC3 R YUCS). A K 21 87 FE [K] (1446 Al
14A419) L5 R (ACS) I FRIE KT B R A K
R D ERT A, RUPMECPPIE I phyB{K
1 B AR P R AR R 20615 5 B I R i A A
K& B (K2; Jiang%52019, 2020).

4.2 MFREFEITESAEEYHE

2R AT AT (5 5015 B AR 14 B 40 i Az ok

WA TR Rl R IA, ATT IR 2 A 4 A= i o) 3

MEcPP ] DL i 520 BBX19 (B-box 19)5COf) H.
YESRIFFSFLOWERING LOCUS T (FT)ZR1%, #m
TR AL (5] (Wang252014) . BF K, —
F ELAG 5 i 45 #4458, [\ PHD (plant homeodomain) 74
3 [A-FPTM (PHD-type transcription factor with
transmembrane domains){f ] FH 16 #01| K T FLO-
WERING LOCUS C (FLC) it 32 5 84k 5 A5
SNSHIFERE. PTMEEIR RIS B T 44 1 A
Wt JR A5 5 J5 2 N PTM-N B 3 40 B k%
RS S REPTM-N B #E NI IA% o, B4 &
FIFLCIA BT L, INiidli FLCHI R IE K AT AEY)
HRATIF1E(Fengd52016).
4.3 MRAFBEITE SR EMR B R

T AR B 32 10 A% PR PR 32 3 R 4%
I, FE R IS B8 e SO A B R AR
HIE, W5 KRIN, SALI-PAPH GE44 1% 4715 5 18 %
A LR MY 1 i ia e . PAP (3'-phosphoadenos-
ine 5'-phosphate) {f A#% 3) f) I S A& P 18 AT 5 5,
38 I ] A V) 4% B % B2 i (exoribonuclease, XRN)
SR 9 R B o A SR SR AH D % 2k [ (plastid redox-
associated nuclear gene, PRANG) [ % ik . 7£ AF i
N, PAP A # SAL L R B 4 il . SALIZRAS
SEPAPIIF R, HEIf L IHPRANGHIRIA, $2mitE
VIRIPRERN 32 1% . FET FAIRGENE R, HY)HPAP
B T 2 1 N (BstavilloZ%2011; Lee%$2012; Chan%:
2016a).

MR ARATE A B T Y . 5E AR
A B, SAL IR I 9 AR firy 1-2F1 alx8 % Pst DC3000
(Pseudomonas syringae pv. tomato DC3000) F1 Pcc
EC1 (Pectobacterium carotovorum subsp. carotovo-
rum BEC1)ZRI H 38 (1) 5y etk . BbAh, 2 P
K1 8 B EE R R GA 8 0 A R W, fryl-2 M alx8Hh
7K ¥ 1 (salicylic acid, SA)F > #] iR (jasmonic acid,
JAY T 15 5@ B8 25 T, R WISAL1-PAPH 44
WAT(E 5B B IE L SAFIAAN S 115 5 @ B e
TRE ) G P B R AT F] (Ishiga®$2017) . 7E40 3 ik
(flagellin-22, flg22) 4 ¥ f5, CPK16 (calcium-depen-
dent kinase 16) M 41 g i 25 35 52 A7 21| iF A4,
Ykt Pto DC300FITYLCV (tomato yellow leaf curl vi-
rus) R IV B I PtE . X R P I—R
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LA 2 i JBE R P 2R R X s fr o R 25 1
W, A X LT e A T B 2 H B S
A IR GL I, g A7 T 4 PR RS 1 R 1 4 PR 2 B
BN N e I e L N ST S R = RE I NTTR
T A% A PR i R 3k R B 186 Bt N 4= % (Medina-
Puche2020).

W ERAR AT 5 AEAE D0 T 5 A0 s I e 1)
W A K $ AE EEEAEH . E TR NE R, sall R
AR A 5 i % 1R (abscisic acid, ABA) AU 5 AL 4
abil-1Host1-2%% 3¢ Ja v] LR L6 ABA RIS,
HAALALAREABA & &3 I/, XK BSALL-
PAP I ZR AR T 47 (5 5 il % v] DASZ T ABAIR 15K
K SFLFHIK E abil-1Fost1-258 AR5 ABA P M
JNE, DT A 3 2 R R R AR A4 A= i 5 44 (Porn-
siriwong®52017). b4k, #ZHEAR S FHRPS1 (ribosomal
protein S1)Mi N FPpiE 72 5 R AR H .
i JE R, RPS1ER F 3R 1A b s - 2 A4
T8 5. WATE 5@ MR E 5 S
WAt 38 = A A%, AT S5 B #5 N BE0RS S) [R T~ HsFA2
(heat stress transcription factor A-2)f] ik, Zwhd#
PR 8T SRR I B B OR Y iR
IS ERNEE 2N RS W NI i ) = K 7/R =1 = I S
M 52 PE(Yus§2012; 4575 5452016).

5 MHEFAFIEITESEMIcroRNAS B 5145
E AT ZE 5] S A {E

5.1 MR FEITIE S HIEEIMicroRNASE 5%
microRNA (miRNA)Z —Z5E 25 /NRNA, 7E
AR K E LAY A A 3R A 4 e 1 3
N H 3% B B ) (Sunkar52007; Xu%52018; Deng
2:2018). Y R AmMIRNARITE KA ] T — &7
SR Tid#E. B4, MIRK: N i3 RNA S 4 T
(Pol 10)#% 53 TV fit B A 204 25 749 1) 4] 4% % 55 A pri-
miRNA (Kim%52011; Xie%$2005; Kurihara fll Wata-
nabe 2004). Pri-miRNA & ik 2 jfg 4% H > 14 2211
PIE B DCL1 (Dicer-Like 1)1 T A Bl 24 (1) X
miRNA (Kurihara%:2006; Park%5:2005). # )5 7E 5%
ZBEHST (HASTY)I/EFH R, N 158 B ) miRNA
WU A A s B A0 i b . XUEE S SR 1
5545 50,4 AGO1 (Argonaute]) ) RNAE ST

2R & & 18 (RNA-induced silencing complex, RISC) 4%
&, &5 P H FRmRNA F. miRNA BE0%IE i
mRNA B 7] B i 2 1 50 3 R4 ) SR L R 1) Th e,
MR Y A K K E )5 i F2E (Khvorova 2§
2003).

M2 RIATE 52 5 Y miIRNA 1) A2
W IE Ay TRk, K Icuel R4 miRNA ) &
B FFK. CUELZ Mz aIF HE T
SRR YR, BRI DL S B R e 1 T T R R
A P I a8 O 7 R AR A A T 2 R (tyrosine,
Tyr). ZK7A %/ (phenylalanine, Phe)Fl {2 [ (tryp-
tophan, Trp). 4% 73 H7 K3, B& 2 B2 /2 miRNAFH 5
e @y . thah, B BRK T A~ Y4t E ZRE
A DU I SR AR TS AT 5 5 70 T PAPSRAN I WRNA
AR XRN2 5 M, MM BH 1 Epri-miRNA FEfi#, {2
HEmiRNA 7 4= (Fang2£2019)., 7& B4 R,
SALI1/FIERY1 (FRYI) 4 fi# PAP LR fRXRN2. 3. 4
FIEYE. XRN2. 3. 4707 DAAG R0 R A 4 e it 15 4 i
1 2 HRNA, M BH 1EsiRNA P AEY) & B, 6
B2 FmiRNASAGO145 5, fE#EmiRNAR £ (You
££2019),

5.2 HERAHEITES T EYIZEE L5

TEYIZEE R T A B Y v LA Y & B i iR
T ) 5 DR R A FI6 PRI AE 5 1 0 . (Syed 55£2012)
84, Petrillos (2014) 5 ¥ 48 7 )6 W] LASE i 40 B
Frrp— S LR AT AR BT ), G H 2 42 5RNA
I CE A BEE ORI, fEE 2 YRR AR H fE 2%
R, At-RS3 BT AR5 6 BE kb, Hoizod
BERERET A2, #— Dot AN E
T 5 AR R (plastoquinones, PQ)yih (1Y /b 1 i 51 -4
RIATAE 5, T A% B R ) T A2 89 4], JF Hoix
R B TR AN R DGR SR A I B o AL, 7E
WEE 7L 30 0 200 L w7 £ SR AR AR IR B ) AR K P A
B IDRATL 1) SR i 8 L A 25k IR 2 S AR m] AR BT 47 2 (1] (1)
KFR. HAF) 772 EIER B Pol TIAEAH 2 )48 A4 A]
DL 52 Wi 53 S 1R BT ) 457 m A0 428 5 1 £ 38 AE Pre-
mRNA H H I3 R K 5200 AT A2 BT 1) (de la Matas
2003; Dujardin®$:2014; Fong%5$2014). 5K,
REfEBE M P Hh Pol TIR) A& R4, T HAZ B DX W] A
BIY) RO 15 2 Pol IEA R 3 45|, [RIf, 7EPol




i T A SR AR S AT AR S Tt e 2075

TIAE {55 o6 SR A A v, D4 o) 400 o A i AT P AR BT 47
IVE IRE T PR o PRIk, AR SR AR I AT A5 5 32 i 4
P A ik IR R AR BT 2 d e 48 i Pol TIPS {1 2k 238k
SEHLA)(Godoy HerzZ52019).

FEAAL BT LA 5 i 7 22 T A2 BT 1)), 38
PR AR AT AR BT ) S B, X R ATAE 5T
E A P 20 I 18] 52 ] #2 ) ] (Petrillo55:2014) . i 25
AR TS D'V B A R B a2k 38 ) R 58
IR A E MR A . AR R b E
ok WE R AR AR P AR TR R o TR TR R P17 AR 3 L
A AR A SR, BETOR (target of rapamy-
cin), FET A 5% 2 IR BEVE BT V) (Riegler?$2021)

6 RE

-G A FE AR D 40 M BT Re AT EL 6 AN AT 2D 1) 240
o IS ER B, 55— 5 th 2
TR N AR SR 2 AR 2 — o IR oy JRK
52 B BRI HOE W AT (5 T AR S B, AT
AT R AR S D ) R AR R — D YK E
SR AR AT A5 5 AE AR A R 8 A A i 7 o 5 4% B
ZAEH . BEE M SR AEAT (S ST SUAWIRA, Hoy
T H# . EEATE SRR AR E
Mgk, JARZ hReie A frdt— B ke, B, A
[ T AT A5 5 R 20 i 2 ) DA R ST AT A 5 A 42 0 i
5 AR RN S 2 182 AR A ELAE T 2

BEAh, XY R B SR I SR AT 4 5
WHFE, AMXGERE 1 AXHEYIIAA, 5 7Y
AR BVER AL, 7 HLAE AR A B H AT HE 2
B B, shyd i b g A% 5 ORI ) (45 2,
AZ AR SRA T HE D A L A A 5 AR 2 TR B A
EAZR, LR ) T RE 5 68 A8 S5 2 2 B A SR
(EFEE2021), M SR AR TEAT (5 5 th oy oL A (IR
ABEFTHR T B AR o
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