T ¥Y)2£4% Chinese Bulletin of Botany 2025, 60 (2): 256-270, www.chinbullbotany.com
doi: 10.11983/CBB24067 cstr: 32102.14.CBB24067

- ERIRIE -

IKFEREZLER S X EBNEIFREZIEMRER

ZHE, 28, hEE, aynt?

LK 2 A0 5 AE R AR S e 5T R AL REE B FCBT, B 310058; 2HiVT K24 T i b, =1 572025

BWE  EA RSB (PTMs) 2 8 12 & A FUEY) - DU RE I B 2L, (E/KFE(Oryza sativa)fft 5~ A B AR FLIE R )&
PR EAE . BEE AR AR, O KRR T e BB & AR Sl (SSRES) K A 5 F1 i PTMs . %30/
g5 7 KRR FLSSRES IR . WL ZMek . BEIIMEIL . 2-F2 5 TR . TA —TkAk 32 RALEFPTMS ) 28 1 i 41 2% 43
Hrs B AR B DRe . Mo, AR MR i Z, HAEM YL KB e & AR g
EREEMEM . BAh, IEVHE TPTMsXFFRIRES . FEKIER b T S AN BT AEAE T 12304838 1 PTMsTE KRB IR FLiE K7 & Ak
HMRE AR, R E IR R AR M T A MER S %

XA KAE, R, Ve, A, &ad
FHT, A, RIEE Gk (2025). KFEIEILIE G B OCE A KBS 21T Ul . Y24 60, 2566-270.

/K% (Oryza sativa) &t 5 F B EEYZ —,
MR LU BN Rt ae &RV (2%, 2020; Ying
et al., 2023a). VEM R FEAKM) F LM, 2957
KT 180% (Zhang et al., 2023). JEM A& N E
B2 KRS B (Bao et al., 2023), [AIEH HIFE
AR Pt R K i 5T I € PR DK R (Bao et al., 2004;
LENKA, 2007). Ve B B EEE R A SCEEVE R LA,
FEARGE I ED- M A . EERE R 2 o-1,4-FE
TEBE 10 6 ) BB SR A ) R B 2 7 1, AR AN 73 3K
IRy 570 SBEVERY B o1, 4- 1 T 5 0% % 1) 81 4 i 3
BT 2 2y R a-1,6- 6 1 ) S B 1R 41 Ak
(Hu et al., 2023). Z Mk & it 5 (starch syn-
thesis related enzymes, SSREs)VA L & &1k 1
XA 5k & % . SSREsT: Z AL fEADPGH iR
1L (ADP-glucose pyrophosphorylase, AGPase).
WURL 25 A e K £ B (granule-bound starch synthase,
GBSS). ml#tEie ks &iff(soluble starch synthases,
SSs). EH7r > Hii(starch branching enzymes, BEs).
Ve 22 (I (starch debranching enzymes, DBES).
JE B 1 R AL B (starch phosphorylase, Phos)flii1k,
fig(disproportionating enzymes, DPEs) (Ying et al.,

Wk H 39: 2024-05-05; 252 H #1: 2024-10-14

2022; Bao and Xu, 2023) (&1). AGPase# 124k
3 (AGP-L) F124N 7N 1. 3 (AGP-S) 41 il 1) 7 5 DU 5
P, R—FhPRIENE, £ 5T (40 H & HE-1-5 R (glucose-
1-phosphate, G1P)“E i ADP-%i %] ¥ (adenosine di-
phosphate glucose, ADPG), iZidFi 2 ek & &
1A A R 3 5 B8 (Ding et al., 2021). LLADPG N Y,
GBSSHHEAL Y Bo-1,4- 58 F7 5, {55 %5 5 B 2 % B
HBEVEN . SSs. BESHIDBEsA—Fm 5 24 1977
WEER, A2 5 3R A Y)& Hi(Ohdan et
al., 2005). Jr, SSsfit 57 4E i %) K ik, BEs 1157/
A0y SCRE (B TR MKk A, 2023), DBESIERE P 2R
ANEE )5 (B AT E 95, 1999). 4, Phos#ll
DPESTEVEH; & ke a7 Hh e B A E .

& A U E )5 15 i (post-translational modifica-
tions, PTMs)e 5 il id B 2k E & Qe fb = 21 O
(1B A 1 2 i 1) & e 45T A (Millar et al.,
2019), X2 FER M HE B ot A C NS 2 AT 1211 .
PTMst KHL=F'E T & A 41 2 F P (Cabrera et
al., 2018), Htb™ 4= 1) B A AN F DR & E
PRBERS U B R 45 M ThEe Rl e AL, N IT &2l
G A ThEE . Uniprot# i f# (http://www.uniprot.

AT E 5 R R34 (No.32201817, No.31871531)FIE i 4 [ AR R334 (No.323MS066)

* JEiRfE# . E-mail: jsbao@zju.edu.cn
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G1P === ADPG
N

ATP  PPi \

BEIIb

BEs: & 8i# 3

B1 KFEEILER Y& U KB R D e

<« ER
<S>

. SSs: EfIST4E

SSllla

e
@G

DBEs: ZBAH 44X

G1P: HiZiMi-1-B5:; ADPG: Rt W% 410, AGPase: ADP- %W BRIk, GBSSI: Jikisi & it & Wgl; SSs: ik
ERT A, BEs: Ve X H; DBEs: Ve 24>, ISA: SFiEkEE; PUL: &

Figure 1 The enzyme functions involved in starch biosynthesis in rice endosperm
G1P: Glucose-1-phosphate; ADPG: Adenosine diphosphate glucose; AGPase: ADP-glucose pyrophosphorylase; GBSSI:
Granule-bound starch synthase I; SSs: Soluble starch synthases; BEs: Branching enzymes; DBEs: Debranching enzymes;

ISA: Isoamylase; PUL: Pullulanase

org/docs/ptmlist)+ ik 21731 F1PTMs . PTMs 4
A BRI s 2R X, IR A i PTMs
(IBERR AL Y2 A SRR H b ) 2 8 RS 1
e 1 V.24 P 57 R0 43— A LA R IR DG B 4 R 3R
11T O A7 1) F2 5k iy A0 U J8 T AN P A& A . X 4t
PTMs ) L-F-7E BT A AW 5 0 78 vh i R G E L,
SRS RUhEE. Mie. A5 EEYEE
Wi 37 Kz &AL FE (Xue et al., 2022). fErEYH,
PTMs 3 2 iEERR L. i2 %= M(Ying et al., 2023b).
SUMOfL. ZWfk PImEA AT R4 SE . Horp, BEA
RS IR E AR B RABME, KRR ER
1B, IR L Wifl . BRIz 2= AR S B BRI
itk (He et al., 2017; Yang et al., 2017). # % H A,
Plant PTM Viewer i JL SR fE42 08248 H i
1155 512 MPTMs (https://www.psb.ugent.be/web-
tools/ptm-viewer/index.php). /KF&#7PTMsH 5% &
S i R LR

ERVIEFLAED G L, 2 Fi SSREs# it
A8 HAE F T Bk % B 5 4 & (multi-enzyme  complex,
MEC) W[l & e ks, MECHIZH S K i 1 52 28 1 1
FRALIRTE (Yu et al., 2022), M\ T 2 L, HEHA

F1 KFBE AR FEMPTMs)HCE A &AL
Table 1 The number of proteins and sites associated with
post-translational modifications (PTMs) of rice

1B EA¥E i 5 B
WAL 7796 23513
MR R 2-FA 55 T Bk 4719 19831
R R L TAL 2607 4798
R IRYE HIEE L 859 2381
MR ER T Wik 483 898
MERRINZ R 403 978
N-E 314k 202 248
RIEAL 181 414

56 4% B B 51 R A A R0 5 MEC I T BSR4 il 22 T 1)
R, WAE % Fh SSRES il BR A& 1 X I B 7% P
FISZI . /N3 (Triticum aestivum) (Zhang et al.,
2016). #LFd 7T (Arabidopsis thaliana) (Finkemeier et
al., 2011; Wu et al., 2011). E£>K(Zea mays) (Xu et
al., 2021)LA K /K FE(&I2) (Meng et al., 2017; Wang
et al., 2017; Mujahid et al., 2018)&E A+ 2 k4%
T IRPTMs, 7ETHT5IEk 4=V & i(Zhang et al.,
2019a). Mgy E. & BB BAE K Fa e v RIEVE A
(Wang and Cole, 2020),
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o [e]
A B N R O I NH i
ATP ADP W\Nféuccinyl-CoA U’CgA \/\/\NH)\R
B : bR :
Q@ \_/ % '
B ILHG HIRI I
B Pi/ BRILEN E
- ( D O .
A Q HN i i - o
\/\/\H\Malonyl CoA CoA V\/\Nﬁ\R \/\/\NIH)];::etyl-CoA CoA \/\/\NfLR
5 7Bk : 8 2B 5
LR EZBH
BE PR EH R ZBHEES
E ) ; F
HaN r2-hydroxyiso- K 1 o (UbUBUB
V\/\.)L buyyiCoA oA L W ERMIEMED
2% 1B L ZREAME
: N4 V2 R HEMES
EvXzEn: 243 .
BH BTELEREE BTRALEN ge ARRAE

B2 HoRFER % E 2 e M H ILE A 5 S 21 (PTMs)

(A) BERRALIE; (B) BRHABEILAEN; (C) T _BRALIEM; (D) LBHLAEMS; (E) 2-F2H 57 T BB, (F) & LB1

Figure 2 Six common types of post-translational modifications (PTMs) identified from rice seeds
(A) Phosphorylation; (B) Succinylation; (C) Malonylation; (D) Acetylation; (E) 2-hydroxyisobutyrylation; (F) Ubiquitination

HAT, KT RRBIRILIEH LG BN Eid K2 5%
HHTEVER AV & BUE IR 5% (Yu and Wang,

+2 EAFBRR T AN
Table 2 Types and sites of protein phosphorylation

2016; Chen et al., 2020), £i/b5&iEPTMSTEMILIE %Efggifg%@ ﬁf’fgﬁmﬁﬁ ‘Jﬁf
oM PR . KSR G045 T K TESSRES ‘ s oo
[ PTMSTH 5t 08 8 J 77 26 13, 6 22 g KR A B RRTYT)
JoE s R AR AL AR o N-B L 4H 5% (His) P-N
s &M (Arg)
W B2 (Lys)
1 TRERILIEI SRR L BEM(GI) P-O
s ) g e L : . y KA (Asp)
AR B R R EENPTMs . —. & H B T S BERR(Cys) P.S
RAWE 2 5 A0 SR AR K A8 e S BT A
KRR, (5 S¥S WHMMENA TR ety & 5 G AI T aE, i i o 5 4 2

F(Bi et al., 2011)& i FE v & 4% 2 0 HE M /E A (Yin
et al., 2018),

BRI — ISR AT R, EAEREER (L
LB . 25 A (kinase) i ALATPEL G TPy AL
8 2 A e % 81| e ) £ 11 o 2 i TR A o ) T R R Dy
Fe k. WERRHEE (phosphatase )i i 4 ik B B i /K fig 2=
R0 2 1 R L M ) I AR AR R IR A . BRI
Jo T R AN i 30 3V I B 25 B 1 A B2 A Bl R 2 4]

P (Gao et al., 2020; Wu et al., 2022). £ B EW+,
AP K Z KAELETE R (Thr). 2518 (Ser)
IR R (Tyr) 5 B R R (His). A &R (Arg) K
AR (Lys) a2 2 b, B RAETERAR(Glu)
FNR AR (Asp) HIU B 2 2 B Y- b 20 2 (Cy's) 1 il B
ikt b ARYERE BRI B RR R AL, K R AL R
FB 5> NO-BE R AL N-BEER AL « 9t S IR AL A1 S- T R

143 (F2).
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BYIMRFL N FIL B AAEAET 12 MR 1B 11
HAl, SEFZA8Y/KAE(QIu etal., 2016; Pang et
al., 2018). /N#(Zhang et al., 2014a)f1 £ K(Yu et
al., 2019) M iR 7L o % i oK 5 1 B R A4S 1 B 1 B
f7 5o QiU (2016)IE SEAE KRG AR HESS . FE/53K
M7TREFFIRFL A, 2R BRI SRR 1B
H11590.8% - i R BRI R A0 AN i U R W R L. 20 31 9%
0.2%, X — 5 /N3 4t v (Zhang et al.,
2014b). —FE4H 5% (Brachypodium distachyon) (Lv
etal., 2014). /KF50. 6. 12. 24F148 /N if & I (Han
etal., 2014) 22 58 . 75 S R AN 28 IR i AR i R 1L 12
T ) A AR BT . 8 3 90 % A R K AU A 1 T
AR ], 6%—8% M 5 IR 455 iy 24> W B 10 k141,
TEANBERR K b LA DU AS 20 34 B FE 2 1 1 1% 1 2
[#1(Qiu et al., 2016). iX 5Han% (2014)7E /K FE ik %
5E B P BERR K3 AL, 2R B W BR A0 AL 5 23 AT 5 25
TP FIZH 28] H B A G55 1 . PangZ:(2018) 1 5T T 4l
FEO311 M %4 (GLA4)K & M FL.SSREsHI B R 1k
BHIAL R(3R3), 45 L2 P55k & Bt ¢ 1 5%
g Y5 A AE R IR A B MR L R

1.1 ADPGERAER1LER

R AL B A B 4L S K, (E/K T (Pang et al.,
2018). E>K(Yu et al., 2019). /& (Zhang et al.,
2014a)HAGPase K. /NIEHEAR R A T B 1E sk

HABIMNL S, BR8] BEEFh FHEK T 2
2 5iIEEER A K. Qiusk(2016) Kk BUAEFE H A
i ) OsAGPL2 F1 OsAGPS2b 43 7| 7£ %5 68 fi7 F1 5513
PR R IR SR A IR 1L - Pang %5 (2018) & BRI FE 25
681 75 & IRt H A 1 [ 1) 2% % JIk (CVF TSDADRDT
(pPh)PHLR). it AGPase Thr681y i i fil Rk
TEKFEH I & E . Pang®(2021)iE SL7E FliFGLA4
9311 Firf £ it AGPase i 1778 B BR AL B M A 15

12 RMEBEREWNH B
TERYIER £ R, TER & 1 (SSs) 5 ik 7 3L
iy (BEs) & il & A& 1 R AL 12 i (Tetlow et al., 2004;
Chen et al., 2016). 7E/NZ(Tetlow et al., 2008). &
>k (Hennen-Bierwagen et al., 2009). X Z (Hordeum
vulgare) (Ahmed et al., 2015)FKFEEA +, SSs5
BEsZ AL A2 &4k, H %52 8 B ki 1L iF
##(Liu et al., 2009). 7ESSI. SSllafIBEIbE i
HE &1k, SSlla (Mehrpouyan et al., 2021)#
BEllb (Liu et al., 2012)3) % 4E T B R A&, itk
HEW 2 B A R T T (2 SCREVE R (& 1, A
BT TV 1T A RIUREL PR RS A8 2544

8 R A0 A i 0 Wiy AR ) 6 RGO A28 v B 4 il ) 4
WIEEABOETER o Liugs(2013)H £ F R B B
5 8 MOKFEMFLH 20 2 (1 GBSSIEE [, K INFE & W R
B FEE R84, GBSSIFELIHEM0.17 mol-g™min™

23 A TR0 AR O 0 4 A 5w B KRB IR FLUE AR G BOM DG B R IR 10 1 i
Table 3 Identified phosphoproteins involving in starch biosynthesis in rice endosperm based on phosphoproteomics

s Fils 1B £ 2230k

AGPS2 BGIOSGA027135 S13 (i&)). S17 (i)« S22 (i). S35 (i)fIS36 (i) Qiu et al., 2016; Pang et al., 2018

AGPL2 BGIOSGA004052 S62 (i). S381 (i)FIT68 (i&)) Akihiro et al., 2005; Qiu et al., 2016; Pang
etal., 2018

GBSSI BGIOSGA022241 T57 (j). Y183 (j). S283 (j). T298 (j). T349 ().  Zhang etal., 2019b

S358 (j). P/S415 (j). S526 (j)FIS569 (j)

SSlla  BGIOSGA022586 S126 (i) Pang et al., 2018

SSllla  BGIOSGA028122  S96 (i&)) Akihiro et al., 2005; Qiu et al., 2016; Pang
etal., 2018

BEI BGIOSGA020506 S562 (i). S620 (i)« S814 (i)F1S815 (i) Pang et al., 2018

BEIIb BGIOSGA006344 i

PUL BGIOSGA015875
Pho1 BGIOSGA009780

) (i)
S685 (i)F1S715 (i)
S154 (i), S155 (i)F1S869 (i)

S494 (i), S645 (I)f1S124 (j)

Pang et al., 2018
Pang et al., 2018
Qiu et al., 2016; Pang et al., 2018

i RIFE; o BERE. S. T YMIPORIRRLAR . HEE. BRI RRE L INBE R 5.
i indica; j: japonica. S, T, Y, and P indicate the phosphorylated site on serine, threonine, tyrosine, and proline residues, re-

spectively.
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FEAR310.11 mol-g™"-min™"; 1T b 4 T s K 15 1 380
m, GBSSIH L% ¥ M 0.07 mol-g™-min™" 42 & 5|
0.24 mol-g~"-min~" . KT 5L GBSSHE 3 14 177 ik
BT E s . LiuZ(013)F 7t £, MRk
R AL 2 2> i GBS SR B AL S i P . Teng
55 (2012) R ML AEGBSS R F IR AR A7 i |, 22 2 1R
PREEM L0 R B A B s, MW E B 2%
T2 Tl T2 Ak O] 6 7E 80 28 5 7K P Bt GBS S i M e H 22
WAER .

T P (R ) R R X K R R L AR B R L L
A AR - Pang:(2021)0F 78 & BLZ i 6. e
A B (KRG S A B 2 B RR AL AL DL R B R I B
GBSSI. SSlllatiBEIb#k 737 m FIBE L A 7K~ 1 2. 32
i, XL EE I BERR AL S I REOK T BRI G R
ARk A

1.3 REWMENZEH

TEN 2243 ST (DBEs) 3= B 45 573 v F i (ISA) Fl 3
2 W (PUL). TEKREMEFLIENR & o, & 2
Tl TR A 15 1 AT o) i A B A 1k 5 R R R
Pang2%(2018)7E 9311 A1 GLA4 P i Fil /K g v % 52
PULMI2/ 22 S IR IR K, — R A AE9311 4 R B,
1M 55— P HH BLAE GLA4 H, HEII PUL PR B2 46 7T g
S 7RG R (R BRALAE IR

2 WEBRZEAIET

iR R - FE (1) T i 2 kb (lysine acetylation, Kac)
e — A A A B AR ST PTMs, AT i 75 2 Fil 4t
A R, ELRR L SR . AN R R R A AR Y
(Svensson et al., 2020), {EMEYEKEE L Pria
m B AR 8 AE A (He et al., 2016; Luo et al.,
2017). #RMR 2. B1L B (lysine acetyltransferases)
¥ OBEE N SR AR B AR S 2I)HE € R R ik 2L, B
FCEE 5 S BEAAE I, TR R 2 LA (lysine
deacetylases) N AT LA iz e . H T, CAEAED)
RE I 41 i 52 457 (1 480 78 I (Finkemesier et al., 2011).
K& (Glycine max) (Smith-Hammond et al., 2014)#/1
/NF(Zhang et al., 2016)1) & [ H %52 H £ 4 -Kacfz
MR . DHRETERESE R, R LMALEHR T2

HRNAGRAMEAR T, £ 555 S UL
2R AR . KAEMEASSREsHIAGPase S1.
AGPase S2. AGPase L2. GBSSI. SSI. SSIVa.
BEI. BEIlIb. ISA3. PUL. PhoH. Phol il i %]
1545 17 i (phosphoglucomutase, PGM) 4 #f 1iF 52 2>
KA Kac, BHILL S HN1-11/7N A2 (%4). Wang®%
(2017 )55 H A R $50 ME £ 2 VR 3 8 B 2R AT 2 kb
W2, 9724 B B A 3R1S1 6881 Kaclz
Mk AT 817 A Kact&ififr s, HHasEmILiekh &
B LA KR F R B AR E 1, R MKacH] e fE /KRG
TER YA B KR TR B R EA SRR .
Meng%5(2018) WK FEF 76924 85 1 H % € i1 003
AKachi i, FRIE KFEIEFLIE R & B AH I
7y 4N, WAGPase S2. AGPase L2. GBSSI.
BEI. BElIb. ISA3. PUL. PhoH X PholL# %4 T #%
AL FE () SBEAAB M, HENKach] BE 2 e ¥ At i 2
o Xue%#(2018) /K A& &) 1 I Fr 118661 2 11 Jii 2H.
HAS I )1 353 Kachr &1, [FIN &I 2 Bk Ak A& 1 A
R . XiongZ(2016) MK BT 1655 1 452
LT Z R 2s A 91 337NKachr &, X7 S
5 AR E R G AL ) 2 A AR AN I AR DL K
55188

3 HERERIRIAEILIZI

H BRI FAEEAL (lysine succinylation, Ksu)J& —Ff i
BEEIBEHE G A 3 08 A T TR, I A R E
M5 & A i = Rk L 45 & (Zhang et al., 2011).
Ksul " iZZ 5 & e ERMRIRCIEHTSEZ
A SRR, AHEMAEKKRE P RIEEEER.
Meng%5(2019) I\ & & 15K I /K Fed Fi 1 v % 7 2
8541 Ksufi i, ¥ K347 EA, b 5ihdEms
A F<HIAGPS2. AGPL2. BEI. BElIb. PUL. PhoL
J PhoH 3 E SEAFAE BRI AL 121 (% 5) . Zhang %
(2019b) M\ 3464 2 A7 A [F] A= 47 27 Ty fi6 R 0 400 Jifd 52 A5

EnPrRYIKsuZ 52 RS R, 617 A8
TCATEINAE . Horh, 80/NH AL /K4l i MR R A
AT BRI, 6741 E A 122 Ksufy ML &,
BIES 5iEm & A RS IPGM.
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Table 4 Lysine acetylation on starch biosynthesis proteins from rice seeds
Uniprot i
C4E| Kl P % Bl é s Bk ZHE IR
K5

AGPase S1  Q69T99 [EC:2.7.7.27] 203 MDYQK(ac)FIQAHR Wang et al., 2017

AGPase S2 P15280 [EC:2.7.7.27] 261 IVEFAEK(ac)PK Wang et al., 2017
217 MDYEK(ac)FIQAHR Wang et al., 2017; Meng et al., 2018

AGPase L2 Q7G065 [EC:2.7.7.27] 250 ASDYGLVK(ac)FDDSGR Wang et al., 2017
260 VIAFSEK(ac)PK Xing et al., 2016
310 DVLLDILK(ac)SK Wang et al., 2017
312 SK(ac)YAHLQDFGSEILPR Wang et al., 2017

GBSSI QODEV5 [EC:2.4.1.242] 444 KFEK(ac)LLK Meng et al., 2018
452 SMEEK(ac)YPGK Meng et al., 2018

SSI QODECS8 [EC:2.4.1.21] 193 NFANAFYTEK(ac)HIK Wang et al., 2017

SSIVa Q5JMAO0 [EC:2.4.1.-] 589 AQYYGEHDDFK(ac)R Meng et al., 2018

BEI QOD9DO0 [EC:2.4.1.18] 108 CLIEK(ac)HEGGLEEFSK Wang et al., 2017
89  LEEFK(ac)DHFNYR Meng et al., 2018
103 YLDQK(ac)CLIEK Meng et al., 2018
118 HEGGLEEFSK(ac)GYLK Meng et al., 2018
164 DK(ac)FGIWSIK Meng et al., 2018
236 YVFK(ac)HPR Meng et al., 2018
372 GYHK(ac)LWDSR Meng et al., 2018
614 EGNNWSYDK(ac)CR Meng et al., 2018
662 QIVSDMNEK(ac)DK Meng et al., 2018
697 VGCDLPGK(ac)YR Meng et al., 2018
809 GMK(ac)FVFR Meng et al., 2018

BEIlIb Q6H6P8 [EC:2.4.1.18] 134 VVEELAAEQK(ac)PR Meng et al., 2018
303 YIFK(ac)HPQPK Wang et al., 2017; Meng et al., 2018
587 WSEK(ac)CVTYAESHDQALVGDK Wang et al., 2017
688 FIPGNNNSYDK(ac)CR Wang et al., 2017
738 KHEEDK(ac)MIIFEK Meng et al., 2018
771 VGCLKPGK(ac)YK Meng et al., 2018

ISA3 Q6K4A4 [EC:3.2.1.68] 130 K(ac)YFGVAEEK Meng et al., 2018

PUL Q7X834 [EC:3.2.1.41] 805 NEENWHLIK(ac)PR Meng et al., 2018

PhoH Q8LQ33 [EC:2.4.1.1] 747 FEEAK(ac)QLIR Meng et al., 2018
169 YGLFK(ac)QCITK He et al., 2016
409 HMEIIEEIDK(ac)R He et al., 2016
645 LVNDVGAVVNNDPDVNK(ac)YLK  Heetal., 2016
818 MSILNTAGSGK(ac)FSSDR He et al., 2016

PhoL QY9AUVS [EC:2.4.1.1] 216 YK(ac)HGLFK Meng et al., 2018
255 TDVSYPVK(ac)FYGK Meng et al., 2018
451 YGTEDTSLLK(ac)K Meng et al., 2018
504 SLEPSVVVEEK(ac)TVSK Meng et al., 2018
594 FQNK(ac)TNGVTPR Meng et al., 2018
734 AFATYVQAK(ac)R Wang et al., 2017
846 AQGK(ac)FVPDPR Meng et al., 2018
913 DQK(ac)LWTR Meng et al., 2018
928 MSILNTASSSK(ac)FNSDR Meng et al., 2018

PGM QY9AUQ4 [EC:5.4.2.2] 18  ATTPFDGQK(ac) PGTSGLR He et al., 2016; Meng et al., 2018
69  YFSK(ac)DAVQIITK He et al., 2016
206 LMK(ac)TIFDFESIK He et al., 2016
215 TIFDFESIK(ac)K He et al., 2016
275 EDFGGGHPDPNLTYAK(ac)ELVDR He etal., 2016
361 NLNLK(ac)FFEVPTGWK He et al., 2016
506 DPVDGSVSK(ac)HQGVR He et al., 2016; Meng et al., 2018
543 VYIEQYEK(ac)DSSK Meng et al., 2018

(ac)E M= R 2B 7 /5. (ac) indicate the acetylation site on lysine.
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Table 5 Lysine succinylation on starch biosynthesis proteins from rice seeds

HH  UniprotfdiEERS  Bg's B 5 Z R
AGPase S2 P15280 [EC:2.7.7.27] 217, 261. 263. 403. 4471476 Meng et al., 2019
AGPase L2 Q7G065 [EC:2.7.7.27] 37, 250. 312, 449. 459%1504 Meng et al., 2019
BEI QO0D9DO [EC:2.4.1.18] 89. 103. 164. 324. 372. 500. 524F1697 Meng et al., 2019
BEIlIb Q6H6P8 [EC:2.4.1.18] 134. 191711587 Meng et al., 2019
PUL Q7X834 [EC:3.2.1.41] 732 Meng et al., 2019
PhoH Q8LQ33 [EC:2.4.1.1] 41241439 He et al., 2016
PhoL Q9AUVS [EC:2.4.1.1] 259. 255, 657#i1734 Meng et al., 2019
PGM Q9AUQ4 [EC:5.4.2.2] 8F1568 He et al., 2016; Meng et al., 2019

4 BRER2-RERTRUEESRTER
HAEIHE

i iR 2- 3 3 5 T B4k (lysine  2-hydroxyisobutyry-
lation, Khib)@& — g KL AT IEPTM, SHERH . &
FER G ARSI A 25 AR ) i AR A K (Meng - et
al., 2017). Khibf& i h ik 2 4 % i FH 2 Bk AL B 2 25 1A
. WK, KhibfEEYAHF ) 2 E7E. KhibfZ
WRAEVF 2 B B A % 0 R T B0 WL HL B R <
(Xue et al., 2020).

H = R I B4k (lysine malonylation, Kmal)t
SR I — FhdE b AR SE IE BT Bh & 875 - PTM
(Hirschey and Zhao, 2015). i%1&1fi LA — Fk 4 BEA
NIRYD, BT RS I 236 = R - (Galvan-Pefia
et al., 2019). W7 & BKmal§Zmi £ FA Mk s 5
#5112 (Tan et al., 2014; Kulkarni et al., 2017),
JTIZAFAE TS AR R, B SRR T I (Bow-
man et al., 2017). BERZf# N 48 F 121 (Nie et al.,
2017).

SIHFLBY) . EERERIZH R AH L, Khib LA & Kmalf&
WRERL Y R W T AT b T 2B B B . 2 T Meng %%
(2017)F1Mujahid%% (2018) I W 5, A E4E T B %
5E 7K FESSREs I Khib FIKmali& ififi s (6) .

IR Tt Khib S /KRG FF R 3 RN R B BT E R
fER, Meng%(2017) %] H 2% Al & 4& 5 nano-HPLC/
MS/MS7E /K F& K & F 171112 51248 A F 4% @ 2
9 9164NKhibfi7 &%, K% = 5KREMILIE b A& ik
B #8  A T Khib &1 (£6) . DhRE B 7 Hr R B,
KhibX b B 742 . TCAPEIR . ek A& . i5
AR AR A FAEY A ORI T 45 £ R B B ) A

AEFEY A BT R AR . XueZ:(2020) MK FE4)
1 5964 [ %€ 4 1634 Khibfz s, il it 4
RILKhib AL 55 W A 10N R SF 1 5 75 #E— 25 #r
K UIKhib & 78 5 B A A UE 8 AR & B SE I A2 AR
KIMEAMR b,

Xu%§(2021) N E K810 H h %5 #7224
Kmalfor 5 . 45 % & 278 etk 2 A 535 KRB AN
FAE A II8AN T b AL R A B R AT R R A AT, 45
RAEW, fE8F Y ILER151 6024 T LAk [F] U5
B, EKFETH 235N Kmalisifi s [ 5 oKk B A [F
JEYE. Mujahid%(2018) 7t 1 /K fg#p+ &k & i F
Kmal& F 2, MN2474 8% [ % € #4211 Kmal
PL R o IREEAT 252 558 B AR B AR I 55 2 N
BRI R fEKFER TR B SRR, WG E
Wit (l1AGPS2. AGPL2. BEI. BEIllb. PUL. Phol.
PGMHIFLO4) % A= 1 — Btk . BEIHT 64 I Bt AL 211
PL RS, A S5 4G 23 BT DL R LA IR 75 A8 4K 3R B Ly s524
P BB AT B HAE A TR R AR A

5 HWERBZRERNIE

HE R Z1k (lysine ubiquitination, Kub)j& —F# I,
MAPTM, EHE AN EZ N R FEEZ R
WEE(ET). Z R4 AEHE2)MZ RIEHMEI)%E— &
FIRE IR 04 B R AN 2R A R AT B
. 2572 &1L (deubiquitinases, DUBs) ] i 4%
. Kub/ ZAEET S P E AN, TE4ERFg
MFRAS. (R AERKKE . A BUEEWR T KRS
T & 4% 45 9 B 5 () /5 F (Kosova et al., 2012). 2T
B Z w08, EKBHIEAL . 418 (Zhu
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JKRER TR A AR R R 2-F2 35 7 T WAk (Khib) AP — k4K (Kmal) (Meng et al., 2017; Mujahid et al., 2018)

Table 6 Lysine 2-hydroxyisobutyrylation (Khib) and malonylation (Kmal) on starch biosynthesis proteins from rice seeds
(Meng et al., 2017; Mujahid et al., 2018)

= Ump;;ot%lzjﬁﬁ i Khib &4 s Kmalf& i fi i
GG

AGPase S1 Q69799 [EC:2.7.7.27] 442, 249, 462. 234%1203 -

AGPase S2 P15280 [EC:2.7.7.27] 102. 106. 132, 217. 239. 248. 261. 263. 268. 285. 360. 106. 360F1403
385. 403. 406. 441, 447, 456, 467. 47671496

AGPase L2 Q7G065 [EC:2.7.7.27] 37. 74. 187. 223. 250. 263. 273. 286. 301. 302. 310. 312. 250. 312. 371
334, 364. 371. 392, 425, 443, 449. 459%1504 F1449

AGPase L3 Q688T8 [EC:2.7.7.27] 100, 194. 196. 247. 299. 326. 331. 369. 446. 45671470 -

GBSSI QODEV5 [EC:2.4.1.242] 181. 192. 309. 381. 385. 530. 538%1549 -

SSi QODECS8 [EC:2.4.1.21] 193, 196. 349. 357. 429. 461. 4671570 -

SSlla QODDE3 [EC:2.4.1.21] 151, 244, 346. 378%1532 -

SSllla Q6Z21D6 [EC:2.4.1.21] 228. 649. 761. 794, 808. 961. 1203F11604 -

BEI QOD9DO0 [EC:2.4.1.18] 62. 64. 84. 89. 103. 108. 118. 122. 157. 164. 171. 186. 108. 118. 506.
215, 236. 319. 324, 372, 423, 500. 506. 524. 540. 549. 524. 689F1809
614. 662, 664. 683. 689. 697. 744, 775. 796%1809

BElIb Q6H6P8 [EC:2.4.1.18] 134, 146. 158. 191, 231, 268. 299, 328, 386. 466. 558. 719
564. 571. 587. 603. 612. 636. 677, 688, 719, 738F1773

ISA3 Q6K4A4 [EC:3.2.1.68] 26641269 -

PUL Q7X834 [EC:3.2.1.41] 123, 140. 163. 239, 263. 274. 388. 392. 488. 535. 549. 2741871
573. 590. 669. 682, 732, 777. 796. 805. 81741832

PhoH Q8LQ33 [EC:2.4.1.1] 115, 409. 425, 533, 542. 595. 721%11818 -

PhoL Q9AUVS [EC:2.4.1.1] 134, 255, 259, 277. 289. 356. 381. 410, 418, 429, 441, 259. 493%1657
451, 471, 493, 504, 590. 617. 630. 636. 657. 665. 681.
725, 734, 738. 846. 893. 904. 913. 928. 940#1946

PGM Q9AUQ4 [EC:5.4.2.2] — 54, 458F1568

— R — Unknown

et al., 2020)F1m 5 &AL % 2 K EKub i A
51 55 . XieZF(2015)F FILC-MS/MSH: AR MK Fg i
4647 A %58 H1861 M Kub B iffifik » X 4eyZ R K
HZ 52 Mo R, BFREERERE. Rz
MG 5 5%,
HARZZNS 5 R LT R EbE T K
TR B (F RS, 2024), fEKRACHNAT . EAR S
5 B A S TR R ¥ R AE FH o TE il 2544, Ying
2£(2023b)F FH & F R o bR & & R 7E 2 KRS
B (9311 F1 GLA4) I JI 3 vh %5 5€ H 2461 Kub 25 [ LA
S 4884 Kubfir i o HoH 5 K A B 5G 1 G Bt il
#EAGPL2. AGPL3. AGPS1. AGPS2. GBSSI. BEI.
BEllb. PULAIPho1 (#7). #AGPL2. AGPL3.
AGPS1 JAGPS2 1 % 5 Hi 224N Kub i s o i i
NAGPL2Z AKubfr s B KPR AEAR . #E24
KA i b AGPL2-K254 47 55 (I8 1 K - 35 &5 3% |

W, FRBZAL S AT REAE iR N AGPase i 45 Hhd S i
YEF - MGBSSIH % 5E H1 161N Kubfiz £, il il 72
AN KRG AR 6N 25 (K130, K177, K399, K381,
K385F1K549)7 F 4k /K F i/, 9311 11/ A7 &
(K258)iZ ALK Fif. WFFERM, mimbiE T~ /KF
HAEVEN & B MK (Pan et al., 2023), H#EMA A5
GBSSI#H Az R4 /K i & Tk 5 80 R AR B
Ko TEBEIF R ILIANKubfz 25 (K103, K108F1K122),
R TN 9311 K108 MK 122192 Z ALK 23 .
7EBEIbFF AR B A Kub iz £ (K134), &l T 24K
T b 172 A KT S T ey o HEDI X S8R A4 AT g
J2 fr T VR LU R A A U FEE R X 4 o T v
K2z —. fEPULH K BL5AKubfr £ (K230, K330.
K432, K7367/1K884), ik mild /fria iz &= /K1
PR B A R — 8 R R AAB IR
SE AR A O, 1] R i AR B DL AR
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Table 7 Lysine ubiquitination on starch biosynthesis proteins from rice seeds

HA Fids AL
AGPS1 BGIOSGA030039 K94. K46411K484
AGPS2 BGIOSGA027135 K106. K132, K385. K403. K406. K476F1K496
AGPL2 BGIOSGA004052 K41, K78, K134, K191, K227, K254, K316. K338. K394, K396. K463. K508F1K513
AGPL3  BGIOSGA017490 K509
GBSSI BGIOSGA022241 K130. K173. K177. K181, K192, K258. K371. K381. K385. K399. K462. K517.
K530. K549, K571#i1K575
BEI BGIOSGA020506 K103, K108#1K122
BElIb BGIOSGA006344 K134
PUL BGIOSGA015875 K230. K330. K431. K736#1K884
Pho1 BGIOSGA009780 K277. K445F1K941

ELAESRR T SCRETER AR A . TEPho1 H R I3
Kubfiz &5 (K277 . K445F1K941), iR ¥ A1 T Pho1-
K277 F1Pho1-K445 AN {7 £ 4 A /£ 9311 FIGLA4
F AN B & A2 Ak . Pang®%(2021)F 5t R 1, =
I8 U A R KRS (45 1) 72 GLA4) h Phot ) 25 [ 32 FE %
fiK. DRk, IX A AR 7E A 58 1 Kub AT fg 5
Phot1 & [ I MG 5. LLERFRR RN, Mz R
ABH XS K FEVE R G R A ZE AR

T 578 2% BA R A0 4 PN 2R 1 R PTMs 2 [ 4715 SR 4L
il (PTM-crosstalk), ix %62 JZ 1 ) & P AE H £
A KRG DA e e L5 7 T B A R . B,
TR A [E) & (R PTMs 22 8] H JL R ML K F 7T
WA TSP H B DS (2024) LUK FE M FL B IR 10
Az A0 E 5 4H 2 HE D R, R 28 PTMs 2R 4T
KT . BREIR, 7246 M2 R E AT F 143
AN B A B R AL B 1A s, RE KRR AL P ix2
FIPTMs % PIAH G . i — 0 T kI, TETE R AR 8
#HAGPL2. AGPL3. AGPS1. AGPS2. GBSSI.
BEI. BEIlIb. PUL}Pho1¥) B X E S 25, W
R A 5 12 AL A 2E 7K 8 IR 3L 5 A= ) & BT 2
A EEREEN . fERiRPE T, 93114 Phot i
A K P SB35 T B Fz A K B35 Bt HEDZ
FWKP AR SFEEORR, BTEARLEER
%, BERib/KFBEZ Fifl. GLA4TAGPL2BERRIL1E
WAz AL B B A R 2 A, 2
I — ] i L A 00 A& 1 A0 22 J I 57 05 1 B o T B
% B PTMsTE & i W8 X e b & s 2L A 2 21 By
[ Y A

6 PTMsXFEKamRAIE N

K & ik FL SSRESs 1 PTMs X A5 2K it Jii £ [ % 5% 5 4
FASER KRG SRl A B . WERLR, e AW
£ R ¥ PTMs 1 B 52 i 8 K 1) 28 28 £ Wk A0 UE B
Jii. Zhang%(2019a)%t 1 Wx" FIWx % i% (11 GBSSI-
P415 5 WA S A AWX® (P415S)%i L (-IGBSSI-
SA15 B FRALAR S HEATRE I, & BAL S415 7] 4l i iR
Ao b F 70 R LS A AWK (P415S) R BFT i
S A, 5WXHED BB RO E, R B
B R R, BAT S i A R DL R BRI R Ak TR
FE o FWIWXIE (K] 5541507 Wi 2 R 1) 22 20 R 1) 5 45 ]
I AE GBSSI I BR AL IR A, (E B ik B P 25K
AT SR — AT I E AR A, TR I D g
CRISPR/Cas9% K 4w i £ Ak 35 & KA It B & H i
JR B /K FE . Mujahid %5 (2018)1E SE7E K FEFf 1 &
BT, JER S O R (WAGPS2,.AGPL2. BEI.
BElIb. PUL. PhoL. PGMFIFLO4) k4 A —Ftk, If
FEKFE PR IR B A B S AN BRI I fh 3t
[FME AL A, DX SEPTMs R 1T 58 2 5 /K REvE #r
AW A, TS R FRLIEE 3 L 28 A8 B AR SR 5
Pang%(2018) 43 7l % 5& T KA GLA4 7 SBEI ) 34
2K FIBENb 24 B iR ik, K IL593114HLL, SBEI
149 T A W B A JI B A ZE GLAG B R 31 . A Hisbel
ZRAR AR (10 R LT K L A AR P B A B AR A e )
J&, HEDGLAA - SBEIF) i B XA Ui v] & 5 e v # 11
A6 BOFAFE K () £ FH b o

TR A AB MR AT RESZ M REK (R AU o 4531 KRS 22
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JE F) 3 B3 5 KT Chal K5 7E #3249} J5 7 K 1 H A i Bl 1
s L RERR (L, T Chalk5 i 2% 7K £ 19 in IR 31 22
H, RSN B 32 25200 (Qiu et al., 2016).

8 R A4 A& 11 WT RE 52 16 7K ARG KT KL #E K (Zhang et
al., 2014c). NARWPIKFE G HFACFFRLER A BRI 75
FHLH], Zhang%s(2014c)%f 4 5E H 11434 £ i iR
& B AT, Hoh 53R & B ¢ GBSS .
PPDK & AGPLE 55 #5546 ¥R H1 (1) 1 =F AU 1R
AR TR BBk br, X il i 48 & [ PTMs
AP K R RLE SR AR T HE 5o

7 BRESRE

plikies Ml CE s B CE S IR AT ioal TR E SN
AW R &, FEPIPTMs V247 5 5 Thie % e e &+
ST Z RN . WEFR, fEREEDHPTMs
Wik A Bz 2 S5 A ERRE R YA
RS P A B AR AR, AR R A RIE . TR
TGRS R R P AR

WAL T KRG FF o 3 5> SSREs ¥ & W
PTMsf7 s & L E R DiRe(E3). B, KIS
YIHIEAFAE B . TR T R A S A 7 5 e A
LEZFE Y, HE XX L PTMs ¥ 5F 7040 X 4
Ao WFFEESE— AN E A RERAEZFIPTMs, HAH
ZANPTMsIE ML 5 . iX 2P TMsIE i 5210 £ 117 Th fig
S SR B R RS 08 7 LA SR ELAE AR R =
B TERARMIIRE, ¥ T EARARZ XU et
al., 2020).

& KT SSRESIPTMsHE 7T iR 4 %, {HAT3 77
TE—Se ] A 2, FEAFES M. (1) k&)
HH2KHF(SSs. BEsHIDBES)RE M LUK i i 2 1412 1 (1)
TR EARGHREBEAE). BT, Bl R
AR 8 P 2H 53815 T K 2 SSRES B ER (A2 11
Fr A, AH AR B IR AL B A R 2 5 2 R &
PRI R, AR 2 1 IR o AT B IR A A2 1 A8 0
KA. (2) HEAANGBSSIEE S B, hE
AR VIGBSSIZ 5 o e b KB L 1, K Ik
GBSSI 5 # SSREsZ Al )& /7 1E 5 PTMsH % (1)
FHEAER, BPEATZ 25 v SR 2 B A AT
ik — PR E . (3) AFEMEYEISSRESHIPTMsA A1
S HFRPY S BRI R ST 1 5 [FR A R e . R

m 2 EL e BEIRAL BEERAL
HW_Etfk 2-FRFER T WAk Z Btk
60 - I
8
4 (3]
50-
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13) 3
3
40 I .
m 6] i 2
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Figure 3 Summary of post-translational modifications (PT-
Ms) targeting starch synthesis related enzymes (SSREs) in
rice seeds

The number of modification site(s) of PTMs identified for
each protein are indicated on the stacked bar.

R Z WIKFE . N KEMEKE T WAEYH
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Research Progress on Post-translational Modifications of Starch
Biosynthesis-related Proteins in Rice Endosperm
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Abstract Protein post-translational modifications (PTMs) serve as a crucial regulatory mechanism of protein function
and play a significant role in rice seed development and endosperm starch biosynthesis. With advancements in proteo-
mics technologies, numerous starch synthesis-related proteins in rice endosperm have been identified to undergo various
PTMs. This review summarizes the proteomic analyses, modification sites, pathways, and biological functions of six major
types of PTMs in starch synthesis-related proteins in rice endosperm: phosphorylation, lysine acetylation, succinylation,
2-hydroxyisobutyrylation, malonylation, and ubiquitination. Among these, protein phosphorylation has been the most ex-
tensively studied and is recognized as a key regulator of plant growth, development, and starch metabolism. Additionally,
we discuss the potential roles of PTMs in grain filling, rice starch quality, and appearance. This review provides insights
into the regulatory mechanisms of PTMs in starch synthesis-related proteins in rice endosperm, offering a valuable ref-
erence for breeding high-yield and high-quality rice varieties.
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