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Abstract: The maintenance of protein homeostasis (proteostasis) is essential for organism’s normal
growth and development. In plant cells, the chloroplast/plastid, as a semi-autonomous organelle, possess-
es a proteome that consists of proteins encoded by both the nuclear and its own genomes. Thus, the
maintenance of plastid proteostasis is not only depended on the plastid’s self-regulation mechanism, but
also needs its fine coordination with the nucleus through the retrograde communication. GUN1 (GENOME
UNCOUPLED 1) is known as a central hub mediating the chloroplast-to-nucleus retrograde signaling. Howev-
er, several recent studies have stated that GUN1 is also required for the self-regulation of plastid proteo-
stasis through multiple pathways. Here, we summarizes advances in the molecular mechanism by which
GUNT maintains the plastid proteostasis.
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TR NN P 2 SN ST N S PR
GAEH B, RSB S E— e bR
MW L4 (1) T AR AR

2344 B K 293 000/ 4 1 4Rk, b il
95% (1) 25 11 P A% 35 BRI 4 RS 3 78 8 9% 52 S RN
o ()15 5 Ik Bt g dd o, R B 00 e g
A H S, PRI, SRR N B AR YRR
H S Az B8 EEswRemEn
Mg (WiClp. FtsH. Deg% )15 118 (Wl cpHsc) 55
(Nishimura52017), T 4 6 - 48 i i 1 1 42 ot
WHATE SN T WATE SRR K & FARHHIR
AR 77 R T BE 5 7> T AR 6 B4R %, A
M 2 A% 8 2 % ik [A] (1) 3% 1% (Hernandez- Verdeja 11
Strand 2018). GUN1 (GENOMES UNCOUPLED 1)
R R I T BT AT (5 5 (Susek451993),
BE— BRI A AR B S s R E R B
R H(Tadini%52016). >k H A [FHFFLA N Sf
Ho 35 FLYTTE B T 5T 15 5 AR (CoIP-LC-MS/MS) & 1L
GUN1 % /b 0] AFI300 2 FlAS [R] i i 4 2 1 R 2B
E (TadiniZ52016; Wu%$2019), iXLEGUNI1ETE K]
HAEER AW KT, RNAG R, B9 &% 8035
P4 A, W/RGUNI W] REAE 2 4E % 2 5 45 i A
HERS. GUNIERFEMIIEBEAN K E R
A RIK, ARG BB fa &S I 4ERF vl g
RIEA R IR FH(Wus52018).,

1 GUNERER %I

2 FH 5 ) P S A A ) e A 1) Do A R 2 4 1 7
Mer] % 3 (lincomycin, Lin)8RIHE bR AW & Bl
1 7)1 B 2K (norflurazon, NF)&E DL 7T 41 B
PRI 53 oA 1 FH AR 5 6 200 it i 356 DR 3Rk 7K1 5
F PR, X — IR 7R T BRAFAE — s A SR
ARG 5 R 7 B S A0 1) I SRR A B B TSR A
TR T, WATA B, P RAR SR (R A
DASERR AR RRAS . WP TELRIN G oA S 1 948
BEAT AL L, K T gqunl 58738 14 (Susek %5 1993).
FELinERNFALF AT T, gunl 538 AR 20 Mt h A 1%
AN B A AR L AT B 5 s Rk KP
(Koussevitzky%5$2007). #F— 0 5 AR A i ik S 3815
T 6P gun IR AR AR, AH S IE DR g i 1R B (1 35 e AL T

itk H, GUN2~GUN6Z 5 Ity ws A= W1 & 1%
(tetrapyrrole biosynthesis pathway, TBP), ‘& 1] 5
ARAK gun2~gun6 {ENF A B 5 A GE A 030 i1 A 5% A%
R T . GUN2FIGUN34Y 5 i 0 42 41 %
T8 i (heme oxygenase) Fll 4= & [4] & i (phytochro-
mobilin synthase), 71 574 L2k M. 21 % (heme) 4k
£ £ 4] (phytochromobilin) (Tanakafl Tanaka 2007).
GUN4Zw -2 R AE W6 i) o =59 87, mT RAIE
WO BE B4 i (M g-chelatase) SR 1 715 H 48 55 10 &
(Larkin®$2003). GUNS5%fith 8 2% &5 g ) ChIH L,
A FR AHCHLH (Mochizuki%2001). GUN4FI1GUNS
2 5 JH IMIKIX (protoporphyrin IX, proto IX)H)EE#¢
A FH DU AR - JE N RIX (Mg-proto IX), IX & i
SR AEME R REP R qun6ie —A>DIREIRTS
RITRAGR, HARRPCR AL =k B T GUN6 KL ]
1) Ty BE 184 5% (WoodsonZ52011) . GUNGHE K] 4 i Jii
PR 56 i (ferrochelatase 1, FC1), FC1RBHZRE
FHENJFE I RIXTE SO 2R 40 2, Dhaefr T-GUN2
ANGUNS3 _Ef7, 8 VYL £ 203 (14 73 S ke 5%
2 F H (Woodson452011). B3V & M7, GUNI
BAEES 5 YL A=Y E B, S8 R it 7 45
REH], GUNIAM AT LG GEFC ) E M & 5 R
VISR AL, H = AR K = & (pentatricopeptide
repeat, PPR)%S #4380k v] LA 5 P2k L 41 3R 45 45 &
T 428 Y Ak s 2R 470 & F(Shimizu%$2019) .

2 GUNT4EFFBAE BIRZSHI 4T FHLH)

2.1 GUNTBE#TESEIERAERRES
GUNIHE PR i i — A~ - S 4 58 A7 ¥ = A R
JRE S E, A7 104> 5 5 [ PPR &S 4 $50R C i 1)
/)N 18 7% B K] S A 2% (small MutS-related, SMR) 45 14
IR(Wu2018). B i 78 R BLGUNT & FIAE 7R Y
S TE IR R R (204 h), HE B AR E B K
81 Clp g [ 1 44560 B 1) B i 15 FH (Wu%52018).
ClpC1 (caseinolytic protease complex 1)4& &7 T
SRARTE T B — A E T, e SRR DR 2H g
i, F24E 2% 8 BRIz 1% 2 Clp & E By 42
17 P& fiF (Sjogrens52014) . £E 5t VA B 1401 1] 771 Lin 5§
W B 2 (spectinomycin, Spec)kb# 4514, ClpCl
AR BRI 2 FRAIC, Ttk GUNT & B 1A N
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HARRAZE o MLk, fEclpel TRAFAR Y 5t T, GUNI
EABEEMRR. FAGERE/RGUNLE A&
i R AR CIpClL S 5. #E— BRI,
Fe bR 5 —/1NPPR &5 A $50FN 5 JHL 55 200 (1) &5 ) 43 1]
B X (spacer), Bt % B 52 #H GUNT ) i J 3 3, 3t
B X300 B GUN 2 1 () RS 5 (Wu§2018).
JAATEATAE 5 H AT I 40 3 R AL,
A, F5 Jii 44 & [R] % 15 (plastid gene expression, PGE).
TBPHKAE 5. Jt& ML 1L 5 (photosynthetic elec-
tron transport, PET) v P4 £ 28 Al H: 7= 28 1) 3% PR 4
(reactive oxygen species, ROS; #1'0,F1H,0,%5) LA f
52 AV ) B A A 7 A (45 5 4 T (WMECPP Al B-
cyclocitral 45 ) (Chan 45 2016; de Souza %5 2017; Her-
nandez-Verdeja f1 Strand 2018). FL 7, PGE I TBP
51 K HAE 5 )& T biogenic K i A4 (5 5, T EEAEM- &%
A AR R AR A T B AR 2 4 5] K
1115 5 | J& Foperational 28, FLAW) 223 L AE T
2 i SR A R 2 PR PN RS e B A SR, T
ROSHIPET S A 14 JFIR 25 2038 77 AE 1A 5 78 I 2%
e R A R b R A S A R 28 R AR
IR JE Tbiogenics, )& T operational 22 {55 .
GUNI H #i # & ¥ Z 5 PGE fI TBP 5 = il i#%
(ShimizuZ%2019; Wu2%2019). {EPGE(S 5B % T,
— AN AT I SR AR IS IR AL R A [ 95 6 7 38 (plant
homeodomain, PHD) )45 5% [X - T-PTMAE A T GUN1
Fif. {ELinBINFALEE T, GUNIA G 1 RS 5
FRATPTM AR FH R AE 22 Z R B 1 B A 1Y) 2l . B
), PTMA U] T N3t PHD 45 1) 350317 25 22 41 B %,
HAE e 5 R 733t — 2B 5 ABI4 (ABSCISIC ACID
INSENSITIVE 4)%: K ()32 1% (Sun%52011). ABI4%%;
SR PR AT DASE [m) 't FHAH OGS RIS 3l 1) S-box
TOAEFHNEE AT 3 (Koussevitzky25£2007) . 4ATM,
EH T U 8 43 &5 B TG vk Al LA AT 9T 2H 85 52, GUNIL-
PTM-ABI4E #47 4b T 4+ 1 ' (PageZ52017; Kacprzak
2:2019). #t— W50 &K B GUN1E 7] B i3 GLK
(Golden2-like) % 3 K| 1~ 1 % 40 Jf 4% b Ot & A R AH
RHE DR Bk, a3k T s me 2344 2 1 A4S (Tokumaru
£$2017). GLKI1FIGLK2# 2 M 24K K & 1 1
T, Z 5 RN R G L a3k
P A% 8 B A OC R 1 R AT 1 3Rk (Waters Fll Langdale

2009). fE S SAET, GLKIFHER I 3R IK 3 B
PIF (PHYTOCHROME-INTERACTING FACTOR)
B IR T o SRTI, SRR T BE 7 B
T GLK 15 PR 238 WA T GUNT A 3 1) o 4
AT 15 5 (Martin%:2016). GUN1-GLK 115 5 i i
PR AP B i AE =G A N BT S @ il AL,
T 38 4 %)) B 8 32 ™ B O AL i O (Martin 55
2016).

BT FRGUNIZA ) H RGUNEH N Z 5
TBP, X324 ) TBP ™ A2 (1) DY it i A 6 v ] 7 47)
Bz NI T BUA Y 4745 5 73 7 (Strand 55
2003; Woodson%52011). {EfFVER M2, it ik
GUNIHI EAEE A, KILGUNILER N 1] LLAITBP
FHOCEE S R A BLAE, W H €5 35 J57 Bt 2B (porphobi-
linogen deaminase, PBGD). JK I Wbk JiR TTT it 32 B
(uroporphyrinogen III decarboxylase, UROD2) 2 FC1
&, W57~ GUN1 7] fg 1 /F F§ 7~ TBP i@ i (Tadini 5§
2016). #t—L W5 K ILGUNI1 ] LA B #2440 [/ TBP
e E] A B IR I £ 3 A AR IR SR AL S P &, T
W 2 TBP A i - 5 90 200 Jf % v D' & A 5% 3k R 1Y
26k (1) (Shimizu4%5:2019).

2.2 GUNTERFAERRIEEBRRS

T GUN1&E BFEAR N B & A B 2, L0072
A — BLAME DA B, Al 9 HE A 4 i v s R 1 2R
Z—(Wu%2018). Bl 7R N, Bk £ 1Y
UEFE & B GUNT AT BEAR T e BLAF B B4 PR
HEZ5REEARS, BHXS 50BN
N, W E . R4, BIERE AR
(protein import)5 2 N BL(E 1)

2.2.1 GUNTIB#ENEPEM

2Rk i O B 2 FRNA R S B A 3 —
Tl HH 40 P % T Rpo T2/35E IR 4 5 IR RN A 28 4
(nuclear-encoded RNA polymerase, NEP), 7 —Fi &
HH 22 A Jo AR 25 18] 20 R 1) 2 19 26 9 0 52 5 4 (plastid-
encoded RNA polymerase, PEP) (Yu%$2014; Borner
2£2015). NEPHFR RpoTp, ft 5 3 M4 45 57 Jk
N, G5 gm D PEPH R K . MPEPIIRE T H I, 22155
SNEPE R 58, X — LRI N “A-rpoR AL (Alli-
son%5$1996). B 5t &I, £ELinkb ¥ 414~ , PEPIE
PEJLFA 2k, TINEPTEME 2 2 52 m, RILHA-rpok
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Fig. T GUNT1 regulates plastid/chloroplast proteostasis in multiple pathways

BT R R F F R L A R i, GUNITT 8 i % s TBPAR i KL HSPT0/90A~F 89 R Ak 144745 5 R Wil ik
FONBRX L. BRI ERE T AT, mIetE A6 KRG 455 k5| 5 Tl TR E 149 TOC-TIC &1kt
AR, GUNLE T 5 £ AR L8 HSCTOEE Bt B i Nt A2, R A & 45 M, GUN1A L J42NEP (RpoTp)i t;
4R % RJE, GUNLB IS MORF2# "M RNA% 35 EAZAE R Ae Tid 42 F | GUN1EIEPRPS1 A % FP A% 48 I B & $h AAZABIR AT
iR, Bt m B raEniE; £ G 81F T RJE, GUNIE T T Clp& & B AR AT R & & 09 Mg A2, B b 4 &R K47 A REAMR
KBTS T8, B EF AT R REAR B FAEpH], B & F XA A KEATPBRMHTA.

M (Tadini®%2020). #RT0, 1EH FIALBESA4F gunl  2.2.2 GUNT-MORF2 8 #25 R 45 A RNA % 48 (RNA-
RAEE TR, ArpoB L E K, Y A-rpoR MK editing)

#iTGUNI. 50k & GUNT 5RpoTp HAE (K1), 333, GUNLE TPPREE . AEHAY) SR
H— DU GUNIZ 5 NEPTE M, eS¢ MIPPRER [ — M M T 2Rk s i i, BB 45 &
7K B 1 T A4 2 1A A4 25 (TadiniZ£2020) RNAJEXT H AT V). iR, PR, AUE 2
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1 H B (LiugE2013; Barkanf1Small 2014), #R1,
S R I GUN AP J6 4 B 4% 45 & RNA (Tadini
2016). A2, FENFELin%%F ~, GUN1Y)
RESR R OO T AR VF 2 ZE TR RN A G $5 300K,
U clpP-559 FlndhD-878 %5 34 Z 1 5 LA J psbZ-50 K1
rpoC1-488 %5 R K [, U GUNI/E AT 15 5 K
A B A T VT BE S 5 A 5 T K RNA 9 4 (Zhao 55
2019). H F Bz BF X% 52 i 16 & I GUNT H] LA AN
MORF2 (MULTIPLE ORGANELLAR RNA EDIT-
ING FACTOR 2) BLAE, FFHI X531 58 6 HLAN & f
P2 LT UE D250 1 A HAE AR N B (Zhao%52019).
MORFsZ A #IE S 1] LS RNAR A [ KL B4R &
H 3 [F] 2H RN A G 48 /MA (Sun®$2016) . 13— 55K
55 K ILMORF2 1 3R I FE AR AENF 2644 T R I tH 2
AT qunl W ATE 5 R A, HXTRNAGH PR T
S 5 gunl 284, I 7R MORF2 MIGUNT1 3 [7]
PR E AR (B (Zhao%52019). BRI 2,
B T morf2 LR ALK ) i B SE (Takenakas52012), Gk
Z X gun I Flmorf2 (R 1A% % 43 A, PRtk H A 6k
Y T 40 BT GUNT 6 RNA % 48 19 5% 1) 2 75 4K 86 T
MORF2. K&k, 7T HRNAZG 45 245 Al
JARIEATAS S AAEREL, NELIRA SRt T
2.2.3 GUN1-PRPSTA#s BRiXZHEIAR TN BE

W 5038 & BLGUN1 1] DL 55 4% 8 44 2 1 PRPS1
(PLASTID RIBOSOMAL PROTEIN S1) B {f(Tadini
4£2016). B H B (1)L, GUNILER 3¢5 /K1 L5
PRPS1#E AR B . prpsl-17&PRPSI AL FEARA,
FHKFTFHELT0%, BAMERE, Eprpsi-1
B 5 PR GUNI, BARPRPSIHIRNAK IR K
A B B4k, (HPRPS18 (AR 8 R B sb ik 5
2B AERUK. B4, R AERE R ERIE
GUNI#PRPS 1 £ A R /K T N FE£130%. AL,
GUNI1 ] fig &£PRPS1 (1) £ i [ T-(Tadini%2016).

Jii & PRPS1 5 J5i #% RPS1 Iy fig £ =7, ] iR
mRNA {] leader J7 %], Ff 758 38 &2 UG it 72 N &
mRNA 530S itk S5 & . PRPS14b T4 &
RSB AORES, & ME— 1] DULEIX P RS 1) %
e M AR 22 (DelvillaniZ52011), 75 A% 48 1
R FE R AT HIVE R - fEGUNLIE R IE Mk R,

Ui B I PRPS 1 2R [ AH bb T 55 A= 2 % gqun 1 975 A4 ik
b TAE K 3 ¥ i & 8 2 5 148(200~500 kDa)
1% (TadiniZF2016). K t, GUNI1 A] G i i 1 1y
PRPS 15 12 W 44 1) 45 4 5 g 285 o 5 e T 35 1) Jog
Z RBRZHEAR (polysome) F 2H 26 K Bl PR (1)

BEAk, e LU L5 R ILGUN 5 i 44 g L
{) 1% B 44 25 I PRPL2. PRPS3. PRPS4 % #% % 5
9 5 K K% B 4k 2% T PRPL10%S B4, ik — 25 Ui i
GUNI 1] fe 188 1ot 5% el 1% W8 A 21 25 B0 14 T 7 o2 4
B FE b R 35 A T (Tadini&52016; Wuzk2019).
2.2.4 GUN1-FUGTEIERIAERTRS

GUNI-GFP il & 8 H 1 S 2 Ui vE 7= 2 b ks
T3 e SR AR B 2% ZE 1 X T-FUG1/cpIF2 (chloroplast
translation initiation factor IF-2) (Tadini%£2016; Wu
22019). MKHEE A ThREHEN, FUGT ] REFERIIE

BHT BUOR T Met-tRNA %52 FH R K f#, Rk

3OS HZ M A IV 3 (1) 45 B, EAMB 2 5 70S R 5
B ARTE G FE R GTPI /K R . FUGL Zh B 5 42 1%
FMREFET:, RAEKKE L7 EHZ —Miurass
2007). AR FAE A fugl-3 BAE T T B % %
Y, AELE o8 T 9 352 i P} 258 350 18] 4 200 A5 s
SR, 1 fugl-375 5¢ 4 bR GUN LI 5 81wt 2%
WL AR TR, AKIRE LA ERA, $i0
GUN I fEfugl-37 KA BAER . FIFS®-Metfh iy
PRt B AR 25 & #9341 B (polysome profiling) 73t
DI A MHRIEE R, K IIGUNIIIfE b2 3 K #
Sug1-3IHH B, B 7R GUNT ] 8 3 AE H F 5
PRI AR P B (Marino%$2019) .

AR, # A B i KB, 75 gunl Al
Sug -3 P9 77 AR IR I S5 2 AR 4K i FE AR ALL(Z180% 1
FE B, F RS xGUNTAIFUGT I R AH ¢ Bk
A4 Mk — 22 &I, GUNL Iy fg ik 2 A
Sugl-3H- S R FEARE N R G R (A M B R
H AR 2K F i (Marino%$2019), /R GUNLE T
FUG ¥ 8 B RS I pL] i A B, (2 Fak2s 3
FHGUNLIE Y R fug - 3R DR R ARSE R P R
FEEEER .
2.2.5 GUNT-HSPiE{Z RIAZE RN

1% 5k DA 2 A (1 b 2 2 1 A IR & LS S K
6T Nty P 1 PR AT A 5 TRl a3 Ak SOUZ2 8 11
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TOC (translocon at the outer envelope of chloroplasts)-
TIC (translocon at the inner envelope of chloroplasts)
A AR HE N SR JE 5T (Kikuchi®$2013) . 5 i
ok 72 7% ZLATP AT GTP At g LA K 43 T FF 48 (an Jii 1k
cpHSP70/90/93 %) 1y Bl (Shifll Theg 2013). Hij {4 2
8 2e 8 TOC159 M TOC34 25 [ T iR A1, 1 742 iy
cpHSP70/90%55 /13, i J5 iz £ TICH & 44, TIC110
FTICA0 HAE(RAETICLORE AT M4 25 1, ATk EE
1t — 3D B cpHSP93 45 & FF B i £ 2 i H (Ganesan
22018).

EGUNI 1) EAERYIH, £ 4 TOC159, TIC110
I cpHSP70/90/93%% 25 [ (Tadini%5:2016; Wus52019).
cpHSP93-V V. Y Bl F SC 42 21| (1 92 GUN 1R 2 [
ClpCl, MR E AT e 2 500 N\ 8 E 1) 5T 24551 .
EEAAIHTRIL, gunl clpe DRIRAAF LL T2 2R
B Jeclpel B9ARAR, FLAH 5T 415 22 THSP70/90
R R, R M5 R R R
TE(Wus52019). ik — 25 Seie 0, ZEAIGAK E Linkk
T, GUNI T fg ik 2k ] T SU5 74 2 1 i\ R0
F N PR (Wus52019). 7 SCHERIGUN TR NEPHE 14,
1M TIC214 FANEP 171 57 4% 5%, [ AE Lin kb 2 () gun
o, TIC214 8 A 2 5 3 F % (Tadini%$2020), It
AN, 1EIEH %45 T, GUNLIh g 8 AT RE e A 1
TOC-TICE &R, Fiksh B0, 76 R
ZRAA R B IR B SR AR SZ B, GUNLLE Jod 4 2
A N AR R PR O BEE T, FLThRe R 5] Kk 4
JJoig H e S A R AR B e B AR R T O A
JH 5T H ) i B B ) A PR A

BN, BiREOERE R ER R
% SR MFTHSP70/90 7] §E 2 5 A0 17155 . 1
FERIK Y B8 251052 [ # 5 HS P90, W] I 25 42 fif
gunl FAFARIELinBYNF 2644 T [ GUN 2 2 (B 41 ffg
WA A DGR R ) v R ), 1 B L AR R 1
AT 2 1 P] e  BAR I AT (S 5 1 B A (]
1) (Wu%§2019). 2810, M it s et o gl &
G, N K Z 8 toc/tic AR AR I AR R B H W AT
55 2 8 (Shimizu2%2019).

AT AR B FH3E N R A, 3 75 HSP70/90/93 %% 4 1
fHENSEATTSSRE. REGUNIE LiAEH
HAE, HEATIFRA BAEIEHERPGUNIS HiX—

. HHSPIIRE R E N, Fiish RS Ead &
MR, 25| KRS B E 0B (unfolded protein
response, UPR) (RamundoZ52014), M-&4k RIS E
1 3/ (chloroplast unfolded protein response, cpUPR)
P AT (E 5 15 R AL T R s R
HsfA2 J¢ JLHBE K 1 Hsp 2 I 1 ClpB3%53R55, it 7
WA A T GUNIT (Llamas®52017). #Rifi, [7) ff
KR GUN AN g 8 5 4 51 =45 i) & 1 I ZE R ClpR 1
4N HE T (Llamas52017). A, GUN1Z& %
5 cpUPRI RNLIE 75 33— 2P WAL

3 GUNTZERKIB#HL B et 1

2z b, 8% GUNL BAF R (A 3T 45 & AL 2
IHT, MITZEE AR T GUNLE ZR (1451 & A
ThRE. GUNLTE R 5k 8 (e s o T AR 5
FRARAT (S5 %I . AN, GUNLER S5
2 5 A DY e AR, 3 — 2P U B GUNT /] LU
ZRRAARAT(E S . AR, R GUNTRENE 1L £ Fl
o B R U AR s, (HIEAR & 15 FINREIK
RN, B SCHR BIGUNTAL & — AR 57 ISMR 45
P 3, I &5 g 3 5 £E DNA S 1) 72 ob R P L A%
R N VB MRS R AR L AR . BRI S R R
GUN IL7E A4 4 B8 B3 45 5 DNABKRNA IS, (H
HTGUNIER N Re 52 E KA HAE, Hied
T8 HAh B AR R R FE SMR IV Zh BE AT
FRUAE. A, GUN L i o] Foft PR 7~ B Sk B 1A
H S EA F@ AT ThRe, XL D) Re I SL Il & &
MR T F w2, DL WA IS AR LR T I S 32
A &8 i JAT) 5% BERNAR DT
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