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Research Progress of Biomacromolecule Phase Separation in Plants
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Lanzhou 730000, China; 2 Beijing Forestry University, Beijing 100083, China)

Abstract; There are various types of membraneless organelles in cells, which play important roles in sens-

ing environmental signals, regulating gene expression, RNA processing, etc.. Biomolecular phase separa-

tion has been proven to be the main way of forming membraneless organelles. This article introduces the

concept and characteristics of biomolecular phase separation, summarizes research progress of phase sepa-

ration in plants response to environmental signals, and categorizes the biological functions of phase separa-

tion in plants in order to analyze the mechanisms by which phase separation plays a role in plant growth

and development and adaptation to adversity, thereby to understand the natures and functions of plant

membraneless organelles.
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19 122 30 4E X, A58 & B 1 f L 1 I 6 40 i
i —% 1" (nucleolus) '™, 22 J5 i 41 7 EA% 40 M 1Y
AT R BT T A i s R AFAE . AN T
20 M AZ N ) R PA JR 1k (Cajal bodies) . ¥ EI/MA (dic-
ing bodies) Ml #% 3 & (nuclear speckles) %5, i T 4l
MR H Y P SR (P granules) JJill L/M& (process-
ing bodies)™ | Ji I kL (stress granules, SGs) 4§,
LA T 40 M 5 B 1 32 K 7 (receptor cluster)™,
r ] 6T TG R At A £ A AIF 5 D s e T LGB B E 20 i
2e i L Y A OGO 9 3 R UL 4% 4 i o B i R
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o Z 5 T R 5 R TG I AN i g 1 BIF 5 TR S B 4R
LIPS T A& 87 B2 4H 4 35 (splicing component
35,SC35) 1Y 87 32 /MA (spliceosome) ™ ; 48 25 | #
R T 18 3 th 4 00 E AE B 1 (survival motor neu-
ron, SMN) 2 5 I 34 UKL 6 B0 5 70 B 4% &
LT R AR 1 Ceoilin) G /6 STAT & 1Y 2 1
I ) Y (protein inhibitor of activated STAT Y,
PIASy) 8 F B BAEN 5 1 Cajal /M FI R &k 4
B4 99 (promyelocytic leukemia, PML) /MAH
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R IR 5 I RE A AR O T JC N5 4N % Y AT
FEARIE A XS B D

1 JCRR A0 g B2
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fiuh J5 BE ™ A RS BL G L BBE AR TR AL 00 1) B A AR (AL O3
P A1) Y AR R A AR R I AT R R
3 R 2 B A T

2 M ERRY

TR VB 43 185 i B A 1) ARE 8 T i oAy < TR A4 DA
JE ARV RS HE— 0 AT PRI AH B 53 15
T A W S T R AR RS . AN D W
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PRAY 2 o AR A AN () T] — b 358 4 1A 1) 2 70 22 R A
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mains, LCDs) , & — K7 B R A A E X JLAhRR 53
AR LA R AF PR R 25 R B, e dn B 5 Y B i e 5
Wi (s HL 2 R ) . 2 O T 9 52 2 B A AR,
T LCDs X 77 H i 5 A 1 220 5 R FL AT D 4 12
it LCDs 38 A 23 37 8 R A [ 8 = 4E 257 1) 28
FIT AN 2508 i — R FE = 4E 254 T J0 7 /9 X B
Bl [E H JC F X (intrinsically disordered regions,
IDRs)™ 1, T LA LCDs 47 W B A%y IDRs. 41 ffd
I A E — i 5 IR e B 25 40 U A 2R R
s G-V AR 52 2% I 30 245 L, 8 R Ay 28 e o 5 45 ) B8
(prion-like domains, Pri.Ds) %%, 53¢ 4 45 ko 33k ] &
B AR A B R R L AN A =B e LR AR L 4R
iR %R H & . HA PrLDs i 8 5 5 #F
RE 2B AR 43 15 (H BLAK 1 3% 55 M 43 1 AL 3O 78 BIF 5T
Mt PrLDs — A R — R REBR 1 LCDs
8¢ IDRs, 75 H Hif 9 SCHk b, =385 B 3 A EBAR X 43

AH 53 B e A IR T LL3E i IDRs 4 5 19 43+ ] 5%
Gy N Z M A0 B AE IR TE W, B T IDRs @5 2045 1
i RGP  IDRs B %) T S8 1 55 HAR AR P K4y
F M AR AR RS W IDRs B — @ 1)
TEPEN AT DUPE SRy — A ) K T 4 40 B R 5
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BRI 16 A A 98 S L DT B W40 B A o S B AT
H o IDRs JEARIEAE YR 53 H0 53 85 T8 LAY 0 2 5%
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5, T LU i 8 A LA S Y X 80 IDRs
FZMMHEAER . BT IDRs 6t 2 B E 1 = 4845
L REN S 2 R0 2R AR Bt 40
it v 22 BT R/ IMATE 1LY SR R R #RHL A DR,
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R A% Tk i RN A5 2 Ik e » LA By v B R IR, Qs 2 R
IV B R - 1 3 26 S BE R T 1 E B vl far AR B AVE H L5
KA EAER] BB - AHEAEH] cnn M AR 2
WA AR,

HR # F BTn] DR 221> 0 52 45 A ) 1 e
SYEMEAER . A2 0, MEANLERKEL
ZER) 3 (linear tandem repeat domain) ™", 1 I

A A5 BB i L B 1T Y SE AL R RE R R £ 4 4
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9 7= 2 AT LS v A% R A5 A 1 BRI A S B
MHEAERT =, T U RER Y T LA ENZ D EH
BEARGEHRIT N T Wl L EER ST L2
T O A L B AN ECXT T A 5 0 H B 2 A
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4 AEY A

A= WK G 1A 43 5 I BIE 5 K 22 4 v A B0 ) 4 i
S ebkrh WS T 1S T8 JC A0 B 4 0 4% A Ak
B RE AL o & BRAH 3 8 5 5 e T 8 ik PR 3 3k
P N0 PR B 38 A AR A i R VAR OC . TEAE Y
20 1L PR I 9 2R W K 3 A 43 B i AR L b L B
A HUS 1 — 2L SR 1 Y E

TERE W) v SR AE AR W) K o B R AR AR 43 B AT
LD RERI AT TS IE A 22 AE AT $12 K2 200 JH D T JE /N4 1)
AAESCHR . BRI A 2 BLEWT ST AR 23 8 {H SR
JIT 4 3R 1) 200 i oA 0 RS /MR R AR PR 3 R A 40
AOPET . (R 72 3l W 40 i b B & B R AR )R
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TEEEAR A HE— 20 9050 DU A AR 23 B e Hoh iy
HEEH],

AT (0 R A= ) K 43 B A AR 2 AT . A i
¥h B % 1 Cnucleolus)™ . & W /R #& ( Cajal
bodies)™ | #% B & (nuclear speckles)™ | DNA #
Bifi & (DNA damage foci)™ | ¥ %] /N4 (dicing
bodies)™ ™ St/MAE (photobodies) ™ 4, 2 it 5t 2 v
i) P /IMA (processing bodies, P-bodies)""* | i 1 /)
& (stress granules)""”! il NPR1 %4 & (NPR1 con-
densates)"" & (F 1), HAGHIY A B A Kk,
CINYYE D1V NI IE
4.1 HEYHEDBXNRERE S KM R
4.1.1 ELF3 @S BEARERZHFETL
SIHF K2~ Philip Wigge 1 BA & B8 g I+ ALK F 3
(early flowering 3, ELF3) & 1 it il &8 28 o J 75 £
25y 5 PrLDs Wi S Ji B 75 T6 I AR 43 85 AR 1R
ELF3 & i 45 A8 9 e 5019 19 B¢ 8] &2 45 44 9
B Y G HL U BE ChIP-seq SC 86 UE 52 T
ELF3 fEJF A2 A & 4R 32 3R B 998 7 . fE il
JFET R B ff B ELF3 X6 46 5 P g 41 o) 3 A~ Pt
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(RNA) G256 5 LS 2% 00 401 P4 A 2 oy, 22 AR B0 A P o v e T8 B R 345 T BT AT IDRs R MR 5 oA R4 &
S5 R 300 B 1 5T 22 ) R ELAE L e 258 5 TDRs [ i1 B4 | HS 06 T 52 45 A 3 ) 99 B4 AR 55 R 1 ) 09 B AR L TR R 4 8 o A AR
K1 ZHARE AR A BB K
The liquid-liquid separation of biomacromolecules is driven by multivalent interactions. Multivalent interactions can be established
between IDRs, as shown in the figure, where protein C containing IDRs forms intermolecular interactions through IDRs, mediating the
formation of phase separation. They can also be established between tandem repeat domains, as shown in the figure, where protein
A and protein B containing multiple tandem repeat domains form intermolecular interactions through multiple specific binding domains.
Additionally, multivalent interactions can be established between nucleic acids and proteins, as shown in the figure, where nucleic
acid-binding protein D binds to multiple nucleic acids (RNA) molecules through its nucleic acid-binding domain. In complex
cellular systems, multiple interactions may occur simultaneously, as illustrated in the figure, where proteins containing IDRs interact
with proteins containing nucleic acid-binding domains, ultimately leading to phase-separated aggregates through the interplay of IDRs,
tandem repeat domains, and nucleic acids/proteins interactions

Fig. 1 Multivalent interactions mediate phase separation formation
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Table 1 Plant proteins involved in phase separation
- ] o
MABER g A Sl 15 P -
Phase N : g AH 43 25 T e Sk
Associated Subcellular Stimulus . .
separated . N . Phase separation function Reference
. protein localization signal
protein
o Tae o 2 i A% #H TEh & RS F IR Z 4, M FF L As a high-temperature -
ELF3 o ; [51]
Nucleus Heat signal receptor, regulates flowering
FRI o 41 A% s W B 215 5. il FLC %35 Responds to cold signals and r667
Nucleus Cold 1nh1b1ts FLC expression
P H -
— B - " A3 5 55 ORI R
< . sponds to heal stress, participates in the formation of [67]
RBGD4 Cytoplasm Heat ' ;
stress granules, thereby improving heat stress tolerance
ALBA4, QR " Wi 17 44 38 4 55 R B8 2 HSF mRNAs, B2 55 i 1 Re-
ALBAS, — Crt 1'Jf I—it sponds to heat stress, recruits and stabilizes HSF mR- [68]
ALBAG6 ytoplasm ca NAs, thereby improving heat tolerance
_ 41 i 5T 7K W 157 7K 4345 5 DA R 45 Ff 8 & Responses to water signal
FLOE1 - [60]
Cytoplasm Water to regulate seed germination
GBPL1, o 41 A% RPEET W 15 Gt RE AR - I 955 AT ) B 181 35 [ 32 38 Regulates plant de- [63]
GBPL3 Nucleus Immune ilgnal fense gene expression in response to immune signals
weri CULS. AU/ AR KEBIR WK B G5 LU A B % RE Responds 1o salievlie 51
WRKY70 Nucleus/Cytoplasm Salicylic acid acid signals to suppress autoimmunity
0 [=R 13t Wi 7958 375 Jp 38 A 9% 3 T 30 K PR 6 38 L 4 SR BT 3% PE Re-
SEU — N 1 ‘f Hyperosmotic sponds to osmotic stress, promotes the expression of os- [55]
ucteus stress motic stress genes, thereby enhancing stress resistance
. G B 7 AR A, 95 IR 9 3
hvB _ 2 A% Li ’hjrl }5‘2 1 Integrates light and temperature sensing through [54]
phy Nucleus T H;lg ,t light controlled reversible conformational transformation 0
emperature and temperature controlled phase separation
QEHH@$9 ﬁ‘ﬁ Ul’*’]ﬂjﬁﬁ)‘ﬁﬁ%»}ﬁ% m6A writer E%1$vﬂﬂ4ﬁglﬁlgﬂﬁag
CRY2 MTA - A : 1k Respond to blue light signal, recruit m6A writer com- [69]
Nucleus Light .
plex, and regulate genome methylation
o 20 4% B AL R i v, ROS 15 5 P8 45 AL #5725 Responses to ROS signal to -
TMF AR [58]
Nucleus Oxidative stress regulate flowering transition
PR 15 WL AL 3500 T B T R RNA 5K s
FCA FLL2 N = — [ Enhances the activity of polyadenylase, recruits pro- [71]
ucleus : ) i . .
cessing factors, and promotes RNA 3’ terminal processing
R FEERREEZ R TR, S 5HYAE R KT LI N
CPSF30-L — N = — Regulates alternative polyadenylation, participates in pldnt [78]
ucleus .
growth and development and environmental response
SE HYLI, 1 A% _ K ENMATE B . 2 5 miRNA Il T. Drives the forma- r757
DCL1 Nucleus tion of dicing bodies and participates in miRNA processing J
ATGS8e ATG3 4 L — S W METE B Affects autophagosome formation [77]
Cytoplasm o v h phagos
i P45 A K g Zis ‘ 1
< Medlales 1he nuclearfcyloplasmlc distribution of proteins, [79]
ARF19 Nucleus/Cytoplasm . : .
thereby regulating the expression of auxin response genes
A 5 DNA 454G v S 408, il FLC 19 3Rk, f i3k FF 16
VRNI1 — C ~ — Phase separated with DNA, inhibits the expression of [80]
Nucleus . .
FLC, thereby promoting flowering
o 2 Jifa A% _ Ml FLC /Y 59 2 #0 % 3¢, 2 # FF 46 Inhibits the splicing
HRLP SR45 Nucleus and transcription of FLC, thereby promoting flowering [89]
SGS3 RDR6 4 M it — A 5 B F U B Mediates transposon silencin: [87]
T Cytoplasm < i i Sposon ¢ g
EMBI1579 o 41} A% o PP 5 . mRNA B3 fA Y 4 K % B Regulates transcrip- [88]
B Nucleus tions mRNA splicing and plant growth and development
4
ADCP1 — lilﬂiﬂﬁjfs — P F Y {4 i JE i Regulates heterochromatin formation [97]
Rubisco EPYC1 2% 4 — 1458 Rubisco fiff 1% £ Enhances Rubisco enzyme activit [92]
) B 3 Chloroplast HO : B h ) 24 < y
STT1, OE23 IH- 23 A - I SR N 43 % Mediates intra-chloroplast car- [90]
STT2 b Chloroplast go sorting
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4.1.2 phyB 4 BEZHXMAKBESHELRHM
R B AP A RNR B i —Fp 3Z 4 {2 phyB
S AT X436 R B A5 5 LI ANV 2 . B bk
BB RIE T phyB AT DL H & #b & A A0 43 25 LLJE A%
AR B /N AR 43 125 B C i 45 149 S8l i) 55 2R Ak
JRBR 3l . I 32 B N K S ZE {1 25 #4) 3 (N-terminal ex-
tension, NTE) (3832 . phyB F M iz 2156 W i
TSI LT 50 W WY () 4 52 28 Ak SR 2 O0 A5 5 5 1 i
FS N NTE B #8540, B3l 13 ¥ phyB 940 4
B M N TE B, ok S B IR BE 8T . R A
SrERIE AR S TV 2 phyB {5 508 80> 1, G 9k
TS SRS LB T xRS S i P o 5
Wi N o 5T B T A AR S ok (] — B 1R AS [R] R BE
5 BN 5 XA BB
4.1.3 SEUMESBREMSTEIE B3 Wi mE&
SHVBIL ) 22 A 400 v ) — A A il ik L, 7 I8 U DR R A 1Y
5% & W SEUSS(SEU) 2 [ 42 U B I7 i 12 1B 38 2
JO7 F P S R SR T DR T Y AN i A 8 0 S
i, SEU RE o £ 20 A% P & 5 0% Bl i R 2R 4k
& SEU WA LF X 1 (intrinsically disorder-
ed region 1, IDR1) 4K 8l HAH 43 85 /9 JE A&, IDR1
FETE 2 A o BEE » 38 3ob LG G2 00 803 L AT LA JER A1 248 i
DIH B R B A AR Ak, BRGNS B Wit . BT T
P SR S R 1 % 95 5 i 38 R AR S B A T
SEU % 1 IDR1 _EAY 2 4 o B HE 45 A4 2% 241 41 i P 3
FEREEAR L il & SEU A 43 25, M 38 58 2 35 b 38
SRR R IR R S B
4.1.4 TMF S BN ROS 52  HYERD
AL AR — MNP F IR,
BAE 5 A8 B IE # #E4T. I Arabidopsis LSH1 Al
Oryza G1 CALOG) %% 5% A ¥ ¢ 16 i it TERMI-
NATING FLOWER (TMF) 2K [ 2 % 1 % il 25 4
SrA L T SR AR L mT LA R AR 3
ANANTHA (AN) #3570 2 TMF & (142
0] R 2R A 338 P 05 A 5 DL R4 T Ui ik R 3R 3k 1 L
il 1 AN 2

VFERIRE AL A 7 ih A 95 b & B, TMF 2 H
] LA i 3% PE 4 (reactive oxygen species, ROS) {5
5 U A A B B AR M AN LR 3k, DT
229300 A 21 20 L R s M 0 B AE B R g R
TMF £ 20 L 3wl LI i LA AH 43 25 1 J5 1% T J5E 26
LR K4 B i IDRs A gk 3h . H % %] TMF 43 F
PN 2 bk 2 1 B T B 1) 40T ) R ) R R . IR
) ROS {5 52 TMF 43 ¥ [i] — i 58 1 JE i . £ 4

1 IDRs 4K 3 i) TMF & FH A 20 & . i TMF A
Iy BE U BE R AR T LR S 455 AN BRI R 3 7,
TR AL 5 3 5 A /E R T Al ] AN e 3k,
ST — IRTE L SR v 4 il T 8 A 2 B A
A W TIRE I FHAH 23 8565 40 X5 76 e 48U S i RO
5T 40 i A s T R AR K

WEFE ik % TMF 9 [7] J5 26 11 K ik TEAM
5T 4 H, B TEAMI, TFAM2, TFAMS il
TFAMI1 X 4 4~ 8 il TMF — 8, #0514
SFI ALOG S5 R348, LK N s il C 3 19 IDRs,{H 5
Fi s H B IDRs 37 K & 7 41 22 5, DA 5% i 2
FI 5T AH 3 25 e ) A st g . TFAM1/2/3/
11 HE P REFT TME 728 I B 5 5T A9 A 20 15 3R 4R
i IR AN LR B 23 35k, DO R 2 25 i
JRAERE A . 53X 5 B AR FIBR 18 J0R 4R AR A [) ] 45 22
AT 4 L fiv i g S, A B A RE BRI R HE D RE L il a0
TFAMI 2 ¥ i e B IL & & R .
4.1.5 FLOE1 o4 BEMMKSES MY EdF
R B Fe 7 % A i 1) A 5 JBiR 3 L ol 1 DR BRI 25 5
IR R AR L T AR K Ok ni R AR AR L DA T T
15 o A ) SR R K AR 5 LATBOTS W & B ML i
AERE . BT LI, —F RA R E A
PrLDs J¥ 81 194l R 5T & F1 i FLOET . 78 52 /K % 1F
R A ARG B NI A S A VR R R K A S Y i
P2, S, Y. Rhee SR E Je b7 TR T i 14
FMAA PriDs WEH . P A FLOEL 2B A it
EINREM . FLOEL 76 240 i 5t v 23 B JiAH 43 2
BEAE A, ELAH 20 5 4 i 13 7K B A fb PR 45 B 7 R 2F B
FERFIE] . Rl 20 B & 3 FLOEL 7E M AN [ &
FRAFAE ) PR AR 5T A o TP Y 53 40 2 AN TRl R A
it (FLOE2 FLOE3) e A0 N JC I BE 4R 1A . 13t
Bl FLOEL TERLY) h A7 75 T <7 DI RE 2 A 40 Wi 10 K 5
5 DL AT & AR S oy TR AR
4.1.6 NPR1 B BEMEKFGERIES YN X
HMIRE 1 B A AR 2 T8 RN 45 fith ¢ 9 9 Celfector-
triggered immunity, ETD) , & i 8% 44 240 il 10 72 7 M
FETC. TAEIE 5 4000 b, 5 ] ETT A R0, H
H—Fh AL 2 &R B3R A5 PEPLPE (systemic acquired
resistance,SAR) , X 5 B KR (salicylic acid, SA)
FnAE 2% 15 9% B2 A 5% 2E H (non-expresser of patho-
genesis related 1, NPR1) [y £ 5o

HICFE RS H R KR TEKBRIE ST,
NPR1 BE7E4H A 2 W AH 43 25 5E 4 1K (SA- induced
NPRI1 condensates, SINCs) , NPR1 ) #H 43 & i H
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IDRs Fr9R 31", SINCs & % T 5 40 g By 48 . b7 %
MM E AT, WS F 2 ETI A IE R 7. A&
R A 5y, L AESE NPR1 25 Cullin-
RING E3 #%#:0 (Cullin 3 RING E3 ligase, CRL3)
£ SINCs 45 & iz RAbRC IF B ETT E 855 A
T. L. 7 SAES R NPRI1 JE WM 5 B % 4E K
SINCs,# % ETLIE# K+, JF 5 CRL3 454,z
FALARIC IR ETT IR 7, i 04 ETT 5
AL A A A AR R M P T L A R A M IE R A A TG B
4.1.7 GBPL3IHEAN/BMWMEEEES J. D. Mac-
Micking tREH BF R K T — MEY & H IR &
HE HAEE GTPase # & & (guanylate-binding protein-
like GTPases, GBPLs) % 1 it GBPL3, /& H. A IDRs
A NLS JF 80 R & AR FEIE 15 00T . 40 i B
N TE AL 6 M B9t GTPase %% & 1 GBPL1 1] L)
HeF GBPL3, BH IR B W% S 25 6. T 78 40 i 32 % e
J5 » M 28 B 8 GBPL3 M40 i I v i AR
T IRAH 23 B BEAE AL M B T GBPL Ay HERH 1 A L fif
GBPL3 5 B3 B 5 30+ X 45 &, T 98 50 5% sk A
G F Mediator A1 RNA & B4 53, 2K 34305 B
IR IR . T PR RS 5 20 58 & B, B TS
 GBPL3 JE JAH 43 &5 5 3R UK 19 2505 IR, 45 &5 3
CBP60g Ji 81 F /K- BEAIK e i 1 /K AR & B .
4.1.8 FRIBSBXAESHME P irElk
YER I A it J2& JF 46 07 s C 3 (FLOWERING
LOCUS C,FLO) R H#E, FLC £k 252 3|
FRIGIDA(FRD) % (1 £ W 1 & & & 59 e g8,
Caroline Dean BEUZH i T FRI 7] UL #E 35 55 K 1R
555 T R U s R AR, AT 4R FLC
TR ALY . P L FRIFERE 55T
T B AR 43 B B AR KL 23 i FRI N FLC K2 |
JU S A A R AR B 5 IR FRI SR AR AT 1
22525 FLC & X RNA COOLAIR A2 ik, B 1k
T R Ad AT FRI A 1 B AR E PR3 I, JE i FRI A % 47
BN LB M 07 A 45 30 ) T

WFFE 4R 1 T FRI AH 43 #5555 855 1 B DL o] 42
FLC SRR MR, EIRBEIRE TL.FRI 5
FLC #5445 W5 MmN 7+ 5 A& A& K
T IE B AL FLC ik, DL 1k 548 5 [ i)
FRI (AN AR 8 P, mT AP 3 e 1 B2 722 Ak, i e Xof
FLC (iR 7EFER IR BT, FRT & A4 M 53 B Fa g
PEREIN, FLC Wibg e T FRI BAEKSN, il FLC
FEIRBEINH , WAEE I FRIL W] LLAE A w7 B4 55 0
T i 1 8 P

4.1.9 RBGD2 14 B 7 LR & L& 7% #bhiE it 52
T U OR A2 A% 4 ) R A% o 6 ) — R S
TCHE AN M 2% . 1 SGs BT 2 Fh 8T AH 43 5 BT &
9 ABFERL D) LLPS A4 SGes Wi i 386 5% JBik 38 1) #L
il A5 M. RNA 254 % A (RNA-binding pro-
teins, RBPs) 7E SGs H i & & 48 I i 5 50 8 1k 10 1
LA ) RBPs 2 LLPS JE i il 6 8 5 1 5,
U ke A R A ZH 4 2R T ) R % B B 38 Y RBPs, & 31
THME S HARKN D2 RNA 2454 & (RNA-
binding glycine-rich group D, RBGD) #& H [ii 7] L) i
i H % 4 2 I 3] (tyrosine residue array, TRA) M i
PP & AR RO 53 B . 5 5 N UBURLIE 1 48 B R
T A 21 43 5 DT B v A A A a e Az T

WFIE 408 S & B . RBGD2 Fl RBGD4 PR 7E#
JipiE R Rk W E L, M RBGD2 /4 58 A8 AR AE 4
W38 J5 B AE G % 0 3 R B UEW] RBGD2 /4 FEAEY)
P aE bR A EEAERM . X RBGD2/4 8 11 i
Gy M K B B ATTAE 4R P 5 A0 R A1 A 2 e o AR AL B
PR -V A B . XA A B AR R BL L E AT IR A
FIT . & B RBGD2/4 By LCDs ' B AT 5 & it 10 %
SR I S B 450 43 A I R TR GE PR 2 o0 1 R
Mg, dE—0F58 % B RBGD2/4 ) TRA J2 3K 3
RBGD2/4 WA/ B 1 CHE, TRA i 1/2 54
S i R A AR L 4 T B RBGD2/4 R L A 41
HH 4385 e 7 b 2 e IR s G o AT 5 SO W B 38
i 57 1 G 2 AR s s 2k . B 5Y 4 W R X RBGD2/4
B AR 43 B 08 1R A AR A AL 43 AT A T . R BRE
HIHOL T . RBGD2/4 & 1 Tk 5 18 2 I i 0OR: 4
gy MZ R MR R 454 & 1 [poly (A) binding pro-
tein, PAB]JPAB2, PAB4, PABS., 77 76 A B 5 JH . T
PhOb IO 35 B T RBGD2/4 #8320 & 11 F (w
TSN, TSN2 §5) K s A 235 CANTF 2 #40m o] 5%
HSFA2 .HSF4 ,HSPI18. 2 ¥l HSP81. 2 %),
4.1.10 ALBA FRHHS B/NENG R #ABME  FK
7 [Al F (heat stress transcription factors, HSFs) i
DURR S 25 6 S D ) 20 7 v 1 3RO BT R, DL
RO R N SE R ) 223k . HOCTF HSFs 1y I8 4% B
IR E M. BB R, MY 2
) 15 W 38 B TR AL B AR S 5 55 1 ) (Acetylation
lowers binding affinity, ALBA) R & H & AL-
BA4 . ALBAS 1 ALBAG6 £ % A= W WA 43 85, 1 4%
5L IR SR E B mRNAs(I HSF mRNAs) # A
N BURL SGs FTALFR/MA PBs Z i, AT AR 377 HSF
mRNAs 7E 8 T A8 22 Bl 4 152 i 4 (Exoribo-
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nuclease 4, XRN4) /i & 1) mRNA [ fif i £2 i %
fift o 24 TR A W T AP
4.1.11 XiFF CRY2HHE BRIEEE (crypto-
chromes, CRYs) 2T H Y BER T HERZ .
TR R BFSE K I, CRYs 5 T 40 g I+ # %
AP L 108 mRNA 9 m° A B4 45501 2 % 5
AT H T mRNA, BFRIUE T RIAEGE 2
(cryptochrome 2,CRY2) B85 mRNA ) m® A H 3
R SR (m® A writer) 8 3 /N T AR, B N°
MR L5 2 MT-A70 ¥ 2 (N6-adenosine-
methyltransferase MT-A70-like, MTA) \N°® i F H
FLAE R Bl A 4L W 3 MTB (N°-adenosine-methyl-
transferase non-catalytic subunit MTB,MTB) I 37
kDa By FKBP12 # B /E Hl & 1 (FKBP12-interac-
ting protein of 37 kDa, FIP37), JtHl# T, CRY2
TE A0 ML N 23 R A OB 3 B8 O /M #H 5F m A
writer 2 1,828/ m° A writer & G 7E /MR Y
WP {2 RNA FEAR, AT 4% mRNA AR,
WFFEUE S 15 5% S 19 CRY2 M43 8, nl LLiE Y
m’ A writer i . mRNA H AL LR B 15 e,

[F] B, 4 ' P PR 5% U R R 5 CRY2 B 45 L F 1
(CRY2-SPLICING FACTOR 1, CIS1) 1 JF € i 1
M(FLOWERING LOCUS M,FLM) ¥ #1558
SHE R T O AR IR L T PR T O SCRT DL CRY2
TR 23 B0 It CRY 2 #0385 & 75 78 CRY2 i
NG AR 5 DT I 45 T I Bk PR 3R 5k Ik B G B AR
L RAE S A ST 1Y [a) 75T,
4.2 HHPBNSHEYALARA RN
4.2.1 FLI2 REFCANEMNESERELESKEK
F R Caroline Dean #8219 #F 5% & B0 % il 0L B
ITFFAE 1 B 28 1 BT AL 4R il 2 A A (FLOWER-
ING CONTROL LOCUS A,FCA) , 7E 40 s #% ™ fig
HA 4> B B EL AT VROR P R A G BN L AT R
S AN E AL FCA-PrLLD Sph 3% 35 fE & A2 M1 4 8
BEAEIR (04K FCA TE 1Y %8 S R HR H 4 A 43 18
V18 Y AE R B, 106 B 7 200 16 1N 3 T B E Al 1 PR ok S
B FCA JE BUAH AT 85 .

i i 1F [ 38 A% 0 3k . & B FLX-like 2 (FLL2)
HE R FCA il FLC S B s /.0 FLL2 5
FCA 76 40 i oy 36 8 407 T JCEBE 4L 4, H FLL2 781k
ShaT LR AER Ay 8. [FIBF FLL2 248 fk i FCA JE
JL I 8 4 R 1) B0 5 R BB B R B, B 3k FLL2
W FCA T A i) 58 42 1A 1 3o 5 R B 1= 7, 10
W] FLL2 REAE 240 P9 5 B FCA & A M4 85 . 1T 1

BOA% W BEER AR, 5256 3 — 2 filf ] A e IR 00E 5 i
WA YRE TS5 FCA WEAER T, R L2
HZ R E A RNA 3" K o hin T 49 8, Hoh i
ZH TS FCA L, Wire FLL2 A8 R,
FCA A%/ RNA 3" A i in Toad 72 80 7 B L it
B FLL2 X} FCA /v S8 RNA 3" A i in T4 & E AR
M. &8 LTk, FCA A DL7E FLL2 M # Bl T . JE WL
¥ AR 2 B B IR L F 25 RNA 3/ K i fin T8 7, 5k
& XUNEETE SIS R = 2 3 S s i S AR N e
#E RNA 3" A i fin T8 i

4.2.2 SERRATE O BN SR /MEFEE HH
WA BERE R (microRNA, miRNA) /i V) #] & & &
DICER-LIKE 1(DCL1)-HYPONASTIC LEAVES
1(HYLD-SERRATE(SE) ¥I#I i & pri-miRNA 7=
AR A PR E T G A B 2 U0 NRTY R
i ZE VR A B 5 R B, U0 RN A R B R G B T
%) JC S B B 1A L B Y A 2y HO A% O 4 4 SE EE )
M2y B AT IR s A9 . SE 2 (11 A A IDRs 7 2
43 F 6] 2 AH B AE R B 43 85 B 46 1K, 11 55
DCL1.HYL1 Fl pri-miRNA, & 51 E] /MK 58 5 %
pri-miRNA T, B & primiRNA 1§ #&.,
HYL1 5 SE Z [d] B9 A0 5 4F F 8%l 55, HYL1 #% #F
SR BEEEMAN s BT HYL1D B miRNA A9 45
HREJ, L, HYLY &454 miRNA %2 H )
/A LL5E L miRNA T 2,

4.2.3 ATG3 {23 ATGSe D E M B8
K IAESh AN A we b i AR L 0 P OSURE 4 4y
PGL AYAR 4> B £ 8 ¥ 20 e fr ™™ . dar TR A4
WoE & BT LR JT B Wi AH G B 11 8e(Autophagy-re-
lated protein 8e, ATGS8e) 2 & = A4 B, H.AH 4 &5
% H WA 245 1 3 (Autophagy-related protein 3,
ATGDEH, ATGSe f2& H Wk 42 (il — 4> S 4
EAFR. S5 T AR IE AL 5295 80 [ 0K
SRR Al A L B R IEUESE ATG e 4 7E 14 4k
590 M N B AR 4 B R AR IR, HOATG3 23 42 #F
ATG 8e TEM S 55 40 i 9 19 AH 43 5 . ATG 8e 19 IDRs
B DL 1, 6-C R s ] ATG 8e 25 1 5T 1Y A
OB S RIS 225 W /MATE 1, BB ATG 8e 1 4H 43
3T BB 50 20 B 1 W

4.2.4 CPSF30-L HoaBEERE i 7R
41 % B, VI EVFN R AR AT W2 AL 5 5 T 30 (cleavage
and polyadenylation specificity factor 30, CPSF30-
LYEF S m® A &M A7 50 350 AT L3S 5 I AH 43
B9, IE iR poly (A7 & F m® A &M i 3
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o (far-upstream element, FUE) , % mRNA %
P 2 B R R Ak, F 1T B2 Wi R 4 A I )R X
ABA {0 17 3iE 52 CPSF30-L 7E & m® A & 4 it 11
B A L AR R R R RE. 25
M A K T OB R A I DR
4.3 EAREAGHESBRAZEEERIE
4.3.1 ARFEAHSBRABEEKERN +tKZE
M) b7 Al § Cauxin response factor, ARF) Z% ji% & 8 5 A=
£ Fm i e R R IR B3 7, L. C. Strader iR 4
58 % B ARF7 \ARF19 & 1 76 A= K 2 0 iy 52 4100 i) 1Y)
R RS X 418 v 7 T 4 5 L IR B A
B A YRR R A R L A A K 3 5 IR A AR
3R IX A0 AE , ARF7 Fl ARF19 3 3258 o T 40 ffl 4% h
0BT R A A B s . ST ARFL9 AH 2 B 1
FHLE AT TIRAEGE, K ARF19 (940 43 &
IDRs A1 phox and bem1p(PB1) %5 #4) %{ Fr 3k 1 , PB1 %
Mt/ 5 7 ARF-Aux/IAA Fl ARF-ARF #9431 [A]
HAE,ARF19 i) PB1 | K62A 59875 (62 o i #i & 1R
RAS N AR BV A 1 Bk ARF19 B4 25 . fff ARF19
TE SR PR R 28 X 40 if rp tho A A% 7 . B T 0 —
HAESE ARF7 F1 ARF19 A0 43525 4 5 1 8% 5 40 ic v] LA
R A FE e 1 B A A 5k
4.3.2 VRNI 5DNAZEENEWHESE HhE
I 1(vernalization 1, VRN1) &4 ¥y m [ & 1L AE H
MEEE A, BB R FLC ik, {2 k4 9 FF
16 fH VRN il FLC iR P M ARG . ok
BRI BT Z B IR AR IR 4l fb i) VRNT 8 H
it 5 FLC55(FLC i 55 bp DNAD I s A 73 B85
FBESER S, R ABFSE VRN A0 55 14> T HLEE
&I, VRN #4385 i IDRs FF 8K 3, IDRs | #9 1E
TR far 43 AR X A 4 B8 % OC 2 A AP VRNL
DNA 254 8554 300 T H0 43 85 AN AT sk, 48 i 7y
SC IR B VRNL 5 DNA 7640 i k% N 455 16 i
AT B BEEEAR . VRN AH 2 B P8 s R AL SE P A 11
110 H A ELE3 — R BR A% e 07 i B A8 Ak, 1 2
T ACAE R 45 TF A6 30 6 i — PP B X

S AR PRI 20 W] I L VRNT-DNA 43 35 1 44
ARG T IDRs K BE 5 H i 43 A3 XA 4 88 1
A IR NTIT (3 < I - = W v A e IR B S T
BIPRSEYE . VRN 25865 Wi ny 2 1> B3 DNA
G 25 K SR A B9 IDR AE W A B i £ 2
VRN 2544 1) B3 5 [ ZK K BATEA A WK1
IDRs, [A] i A5 A 24 — &84 A 5 VRN1 2519 IDR
Hfef o3 B T, G Y AN R] IDRs AR KRR 4L &

B IDR fIE B H faf 43 85 R PR J& e VRNL AH 4355 1Y)
S, B 7 43 B PR BN 2 AR U2E L IDRs HoAth AE
EIEAR S B E WA 5 . [FES IDRs KES5& A1
25 ) 406 2 B A 25 52 M A 43 5 . ST 4RIE T —Fh iR
H B R AL e 7 AR 53 2 D Re PR ~p 1k iy =X Bk Ak
S AR T A kR 41 A2 Ak . {A IDRs HL A 4 3 1Y
PR S AR R A 5 B

4.3.3 SGSIHEABNSEEFRIER HYTFLAE
RNA B4V .V 25 RNA 5158 DNA H %1k
(RNA-directed DNA methylation, RdADM) , /£ F 7&
B 5 A 06 W0 A 2 A F o LA 406 o 2 AR 7 O BRES L TRD
WAETE BT RNA K # B9 RNA B 4 VI (RNA-de-
pendent RNA polymerase 6, RDR6) 4y 5% fs 1 =
H: 21~22 nt /NF# RNA (small interfering RNAs,
siRNAs) , T il & RNAQ F1 K 3k B AL, DL S
JE T UL R B LD, BK O RDR6-RADM™ ™ | i
RDR6 A faf 5 S P TR 1) 5% e+ RNA Jf 2 £ 0 m T
siRNA AL A,

Jungnam Cho {84 AR 5T 2B, 5% B F RNA
HTF&AAEREES T, SRS R RS
PE B R A 0, B TS 175 2 RNA A W7 I 5E A7 2 40
J 5 i siRNA MR HEY i siIRNA /A 2
oAz 0 21 43 36 A ER B ) I 3 Csuppressor of
gene silencing 3,SGS3) 41 & 1 J& B4 1) TG i ¢ 48
T, Sz R B 22 B L sIRNA /N8 5 0 18000k 2
£, SGs N 2 i 558 JR H MR 45 & # 1 1b (oligouridy-
late-binding protein 1 b, UBP1b) #4345 Wk
MIEELE A . 1 AE 7% JBE - 3 B TR BRI ddm1 28748 ik
e, %R AR B RNA R (sIRNA Fikr 5 SGs) i 40
A3 RNA-seq 28 #1 & 38, RNA BUKL ) RNA
B EF LG BB T s . R UL, B T RNA B
55 BT 40 5 b i RNA BURE o, M 8 RDR6-
RADM & 48 4 7 MR ) IR 14
4.3.4 EMBI1579 184 5 = #) % R 1 mRNA B #%

BEPE M pre-mRNA BY £2 198 5 4 42 %) T4
WHEKAKRREXREZE, 5 SWRBHAR LI, 1
ST IR R Bk B B 1579 (EMBRYO DEFECTIVE
1579, EMB1579) 7] LA 7E AR N 5 (K 488 i AH 43 25 2R
SE A, P L I B SR L mRNA 37 4% FAE 9 & &5,
Mo R 2 5 5 K %% 5 F1 premRNA 59 32 8 #5
FH G 28 115 B 48 MR R EMB1579 2 1 AH 4 &
ANRTE A A P 3L 8 A EMB1579 3 X I fig
REIE T8 £ 3 H S premRNA BY 416 30 &
A4k, EMBI1579 A L5 FLC JF 4638 % HH 1Y mul-
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tiple suppressor of ira 4(MSI4) ,cullin 4(CUL4) ,DNA
damage binding protein 1(DDB1) & H & 1, I # 3%
MSI4.DDB1 #EA M5 85 R4 K. EMB1579 #1450 2
TE B A% P9 3R B /M #7355 CULA-DDBI™ B &
& 3 H 5 CURLY LEAF (CLF)-polycomb re-
pressive complex 2 (PRC2) & & & /9 B 45, M\ 1 {2
fiff CLF-PRC2 & G 7E FLC B A7 41 I BT 4k
¥ H3K27me3, AR Y ITIE .
4.3.5 HRLP o HEEMETFTAERE 37
Jei A9 A A% A W 4 o) ks PR 2 3k v S R sk SR AR
) pre mRNA 52 208 — R 54 19 T 72, 4
TN 22 B MR TR AL L 0T $ FAE 1 5%, A BB IR U
A mRNAL T RNA 454 8 [ 78 Hop & 8 & 224
M. ATES TR SR s T LR IR B — A
1 R HE2E 1 (hnRNP R-like protein, HRLP) 5 4H 43
BV AR A G 1R (4 43 F HLEL
WIS ek B HRLP JE IR i 5 28 A8 1R R
Hh YA R R AL O R BT AR il BE ) FLC 2
HRLP & I 0 £ 2T 3 K, HRLP & 1
REIE M FLC By 5% S ay 42, Wi R IR FLC 1
B AP . AWK I HRLP 5 & & K & R/ %
SR 45 (arginine/ serine-rich 45, SR45) B 3% [N T 2 ¥
[l it A 55 208 A4 FLC RNA P99 F 1 BRI A9 X 38k, 3
1 TE BUAR 73 2 ARSI FLC 5930 72 5 [R] i , 57
Beid B 0R R FRIE A IR BT RNA A8 11 w4
SFENG T LR G FLC 5%, FLC 354
L sk R IR, B0 DR ADL R I+ B 38 5= 2 K B Bt
TE A e 9 3 AR B A KB B
4.4 HWESEHANESS
4.4.1 SITI2 HABNSHEERNEBRTE
sk 7B TR 2 W 9 K B, PR R LA A B T 2
B SR AR B 1 STTL A STT2 ol JE Il 5 8 — %
T T PEVESS G IR W A PR IE BUAH 70 B BE SR AR i
XUAE R W8 ) v (chloroplast twin arginine transloca-
tion,cpTat) i £ A 5 i 4 14 P9 28 11 I A 4 3
5T 38 3 i 2 5 cpTat IR MY 23 KDA A
24 W (oxygen evolving complex subunit 23
KDA. OE23) B ff i & H . i & 2 7 STT1 Al
STT2, STTI1 Fl STT2 Hii C i 52 5l 8 11 45 14
ST S IR R R A A L Rl STT1 Al STT2 78 N
Ui AT IDRs, SR E AL G2 STT1/2 Z 51k
HE— P % TE WA B BEAR K, STT1/2 K
TEREARAAR SR 3 25 B 1 #Y W) I R AR T cpTat i&
BB, FREER T —M5 STT1/2 HAE

¥ 25 1 JT 5 4% 3 5% % 106 Chigh chlorophyll fluo-
rescence 106, Hef106) , fig 5 I8 ¥ & 1 OE23 35 4 1
454 STT1/2, 4 STT1/2 5% YA 43 B 5 4 14
AT 18, AR 5 S 0 A 15 8 R 58 LR ) A 1 B Y
B ) A2 A
4.4.2 LHSEEBRIBENSEHREEXE K
e BAT Fh 28 B 22 i e i 2 =X, (HL A by e i 82 =X
T [F) FpAE W) TP AR AR R — B0 A A R S 4 7
A. M. Sweeney B W57 K& B, 48 45 2 10 A= =0 2
H B L2 ) AR AP BE N B 28 2 A0 2 B T Y P
B DAY T A6 A SR B L B ST T A A AR 45 A B
WIRIEAS & BUAEAE M W) A S BE 52 4 K B i, W1 42 4
BE 5 240 iR w2 7 AR W R, N B 2 )R
P E AR, MR S R A B RRES
B 2 filT A0 oy 2 T ASE 38 1) — BOIRAS L X P 0 48 #
HHILAE 10 20 BRI o 5 00 25 220 )2 A0 43 28 e AT R
IR BN RS I, A6 by 2R A 20RO 2 S Al X Rl
AEH Y BLTE 90 Yo AR ), 22 FF Ak 1 A ¥y 35 T A X
WA BRI, PR T 2W)E M0
BT ALK 2R A R R AR AT
4.4.3 Rubisco 4B Manajit Hayer-Hart] i
X Rubisco-CemM & & W) 45 647 1 f #r il
A SIS G E T Rubisco 78 B-REGIRAE W) & A= i
e i CemM A S 19 A8 5o B2 19 4% F HLHTS L AE
BT A 43 3 B2 BB S ) Rubisco [l 16 M L [ B ¥ A
AT T Rubisco #H 7> & 19 73 7 ALl . & B Rubisco
438 & 1 Rubisco #1 small subunit-like (SSUL)
SR A Z M EAE A 1. 10 Oliver Muel-
ler-Cajar PR Z A fiR 1B 1 78 FL A% 38 25 09 UE M X%
M, Rubisco il i 5 R AR 4 H 47 1 (essential py-
renoid component 1, EPYC1) 4K 4 #H &5 /E . 1 &g
T IS IR IR A A
4.4.4 ADCP1IH#EREEBRER IR O5H
# H 1 Cheterochromatin protein 1, HP1) 24 HE H
H3K9 HEAL iy B B2 85 1, A e R g (B iy B
B AR AR RO A R B S HP 2R T (R R
) H3K9 WAL B 132 48 11, 2% 05 W DRV OF 98
BT Y —F 5 H3K9Ime2 454 13 H agenet do-
main (AGD)-containing P1(ADCPD"" , fi##7 T AD-
CP1 %] H3K9me2 Y45 # 3£ Aill, ADCP1 ) N.C
A5 Agent 454 38 2 18] 14 il IR loop B i A& 5
107570 N SR U A N B 7 VNG 3 o B B e
B9 hRiE . ChIP-seq fIESE T ADCP1 5 H3K9me2
e A7, ADCPL 2k 23 318 B3 8 b0 1 i 58 %
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AR # T ADCP1 Xf H3K9me2 MR 5. 39
HP1 & [ i O gk 58 BoA M 2 B . H HPL /Y
HABENST Y6 HEMIE R, 58— X
ADCP1 # [ 5T 149 AH 43 85 P Bt 2E 47 50, & 3 AD-
CP1 5{K4h 5 #y19 H3K9me3 184 (49 4% /M Ak 2 [w] 7
AR AT B B G  AR 3 B AT RS T ADCP1 X%F H3K9
F R R 5, 3k B W ADCP1 s Al g [ 3h 4 HP1
T —FE L BRI A A B S e 0 TR

5 M ERMA S %S

A=) R G 1R G B R B, R A B
TCIF XA 3 1 22 A A B AR T 3R 3l 1 8 T XN &
BEMR SR P A g T HE A B RE ) . TEF IX
— MR AR 22 R A =T R AT e AR T
FA TR I B R 45, PR I AT DA 2o 43 Ay 2 1 BT 1 2 AR
W27 51) o B 28 11 B2 5 B T0 )Y X, 6 A T
W uiF TUPred3 ., MobiDb 1 PLAAC 4§, % FH B9 AH
Oy B B Y8 JE F PhaSepDB. LLPSDB, PhaSePro,
DrLLPS Fil PrionScan %,

A W50 IF AT B — A G — T M A
K TC e DX A 2 Ak 1R 5k ik PR 41 45 R L JSAH 3 5 BE
JIUERG M I R K . A2 TR E &
BEPRAE RS04 1 BAH o B b B e AR RO AR . B
Wi 2 By FUS & H 5, HAH 2 B RE 0 2 h s R
RS &R A i R S R T R 2 R R AR AR Y
VROHE A, 3 B P i i 22 B WU 2 afF MK . RB-
GD2/4 JoJy X v i 2 IR AR Ak 4 LY TRAL M= T
) 17 A 36 1 T AR AR S B AT . VRN
JCJF DX A TE B0 H AT 40 15 0 1 BT 2 A AR 43 B AR S
R e R 2R T s R 1 IR A 2 1 A A 4y
WA B A, G TMF 28 (1 M 4> 8, 23 52 5
TMF 71 A 2 it 28 W 5% 25 T2 18 1) 23 1 1) — i 6 114
P B ROS (5542 ff TMF 43+ 8] — 5 8 1Y
1 A i B IDR 3K 2 TME &5 1 B AH 43 825 (75
TMF Z& 1 U —Fl ROS 2485

S A B X A S B R it R,
Steven McKnight #5420 LI TAR DNA 45 & #E H
43(TAR DNA-binding protein 43, TDP-43) & %}
4 WF58 T LCDs JE A 43 B (9 3 - HLE . WF T
# W] TDP-43 LCDs A7 — BeAH 73 85 80 IX dak 33 B
DX 8l P A B 1R o7 i A I ol 19 B = i ) U B A D
Xf T AR B T RE 2 00 H L G S g L R v s Ak B
JOR T B () B A T R Bk %l BE 2 I 55 TDP-43
LCDs 44> 256877 . [RIBS A5 R W], LCDs n] £ 1]

i 20 R AN BB T ALK 3= B ) S0 1 e o, o080 7 I 2 1R
G3 A s A LCDs Z 11 2 25 A0 5AE AT DT 3 15 T8 B
HH AT B Y Tig

3 X2 BT A 6 43 BT, AT DL T AR
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