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MR AHERBRERN A RN AL S IEERIRNT

MR ?, TR, BBES, MWES SANS, IMEL, MTE?
BRE?, LT BEFY, #eE?
RIS K A LR B, VR 2500143 SR AR FLE BRI R L 5 B SR, i 250100
Uy AR SR (R ERTER, J 7 250100

WE  EWENER NSRRI EIREE, BB AR 52k, Ao R R — R B EZ 2 RIE 461
ARG, FLIE I E R PR A RIS EE 1 PIRRAS 2 A 6 R R 2R R 400k . AR R B A 1T ANMR PN
S O XA A Cog i 15 X 3, H NG ER B FENTE. PAS. GAFFIPHY IV 45 #4488, Cifit & 70 E13E 2 N PAS &5 #8111 44
ARG S G M (HKRD) . RN T LB RIS M K T Re, DB 2 BE R IR R B AR A SR Ak, I
SFHGEATTHREMF 7T, R IUNG 45 M B G 2 R e B SRR E S S Sy E A A EEEH,; MCimsii
BRI R RS ERALPTL T . 1Z304RE 1 UL TT (Arabidopsis thaliana) Ot 85 (1 2B (phyB) & 1 45 14 5k 2 ik
B AL 55 IR FLThRE (RS2, LAHHIR N B AR phyB I 4510 Je ThRE, A RIE I 5 B S48 F BT E D AR 2R I8 A2 I R
BEE A A

XEiE  JGERB, MMETT, S, BERA AR, i

ReBe, ZUH, BEE, BWE, AW, M5, S, HEE, FW2, BEH, §EZ (2024). MM IPEBERBR
FEER L 1IN He M ST RE MR . A4 59, 481-494.

FEACNEY SRt RE R, 1 H 2 W EYAE KR
BINEEARBE S —. N TS B S 65E
JER S G AIFE HA, R e I A I 2%
R0 FAE BN R I AR HEAT R e M T R ) 5
Ot R 48 (Mathews, 2006), M Tk &b 3 % HH AL 5 1)
5 RN G S . HE Y@ I D' (phototropins,
PHOTSs) Ml f&4¢ 4 & (cryptochromes, CRYs)/E %1
JFIE 2 4MEUV-A (320-500 nm), iEitUVRS (UV
RESISTANCE LOCUS 8)/& %144t UV-B (280-
315 nm), JEiL G & (phytochrome, Phy)E A4
HHT LT H (red/far-red, R/FR){5 5 (Chen et al., 2004;
Paik and Hug, 2019). #6153 A a3 %
MBI, MR AR AR R QB & e
KRisHsE 7 2 5P im0k R (&5, 2015).
AN [F) ' 52 AR A BN W Dl BR AT 6/ 41 e I i 5 10
MR HAR HBEA 28 XU AN fEX 02 A8 H

Woke H #9: 2023-06-05; #2252 H #1: 2023-12-19

R MM —RKENREER, EAEMEY TG EAE, &
2 A T B AT i (Rockwell et al., 2006; Aul-
dridge and Forest, 2011; Burgie and Vierstra, 2014).
LRI I (Arabidopsis thaliana) ' ()i 2 5 ik
1 54 AN A (1 5 [ (PHYA-PHYE) 4 i, £t 57 ¥ 5 Ff
TR SHCTEA RN &[] %M (shade avoi-
dance responses, SAR)N H 160 8] 45 2 FlOG 4K #51:
i (Clack et al., 1994). HphyB=2 A KA+
FEPM L CAELESZ A, LGRSO = (phyto-
chrome red light, Pr)& ik, MBEEMELOET, HiEk
N B AR Iz 206 TR YO 2 (phytochrome
far-red light, Pfr), 1fiPfrif el /it kgt tis 5
1k ~Pr (Rockwell and Lagarias, 2006). S —
Mo 228 e A Fa e IR e i te A Ra s 1
KR, phyBE FIEDRE MR, Pk X
& (Sharrock and Quail, 1989), P itphyBZE H7E

T 5 E AR 4 (N0.32070216) 11l 7R 44 R B 4 I RHE 011 1272 (No.CXGC2023A15)
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AT EE .

JGE AL RIS R AAE T 4B, B
RN, B ALERERR 9Ot /M (photobodies,
PBs)1V 4% 45 #4(Yamaguchi et al., 1999; Kircher et
al., 2002). HAl, X Tt/ MATERBERE S SH
MY ThRE A 4 TR, K2 Et 7R B 6 AMA
PE R T Bt 3 A BLAE F B2 i Th RE(Cheng et
al., 2021). phyBHJt/MAkHphyB — 544k X HA 9k
FAER A RNIR A & R, IR AE F R 1 S0 E
MEABEEMEER, HERASYHEREALE
KIS A BESEALAE G /MAE(Kim et al., 2023). 7E40 %
H, phyBRIPfriE NG 2 M E AR A EEM, 7
TR B A ORI OK B SR AR A 5 R T A R (Quall,
2002), H b # e 2= AH BOAE A B (phytochrome
interacting factors, PIFs)/& — 2K B B HAEE .

WO RERTHEYEREENZ AN TR R
HEREEM, WA TR, EESER. tE RS
(RS 38 S N RN FFAR I [B] o B T 7E B ol e
TP ThEEW 7L, phyBYE 2 MEY KR G k1
HENEH . /K (Oryza sativa) phyBfi i {5 I £,
P ARG 1 TR A, 38 i Hd 3a i [ 1) 2 ik f2 i
KRG I ik B AN A 1 (Xie et al., 2007; g4 4%,
2011; Sun et al., 2017). £ K(Zea mays)+, 54
ARG, AR E % BT phy B A phyB2 58 4% fA - T
RS /N (B i 48 B 2 H I, B T A0 AR
71, HISS THEYAEKBE S, phyBLRASR b KL &
1 B %A% (Wies et al., 2019)

UEAh, e IR ST 5 FhAEYRIEHEEY)
i 3E f I N7 o K FEEphy BZS AR PRI S FLEH R K 3
RENTE AR, ARG ERICT B AR, B
SR AT SR E /1 (Liu et al., 2012). HeZ%(2016)%
LK FEphyB Ih G B 2k il i OsPIL16 1E 145 OsDREB1
2 LI B 4T 0 R ) S0 R M R BRI Y IR, AT
2 = phyB 28 745 4 (1 T ¥4 1% . Kwon %5 (2018) i i
PHYB3E X 948 G 5INa" /K™ H A P 5184 5 41 it i 1)
SEREME, TIHE KRR Eh 1 . KR e R Bk
KA phyAlphyB/phyC X} 75 4% 75 1% (Magnaporthe
grisea) [\l £ (Xie et al., 2011). Jung%%:(2023)
R ILPHY B, [H] 53 745 1 3ok 48 JITNH, " () 55 38 58 7K e
PR TR AN 1 SERINE I

gE LR, e R RAEY R R E

FAEM, R RAO A i SRR I, S e AR R
KA UL ST ia ge 71, SEalsh | 2 MU R
REBHE R HAREAT AR N HME . (5 H Ak
FEDNREAE D it R by 1 AR 2D, BRI T H A8
BRI - T O BB R A S L %
b TR UEM MR T, B AS S 3 B U R I
phyB 5% MV 45 A4 35k 2 I B AT s i R A2 LT g

1 EHERNARZR

AT FLR L, 46 {2k 5 (Lactuca sativa)ff 1
B, B fE H OS2 B 200G, X RS2 400 AL
S VA 458 1R R 35 P A B S A £ R A R e
Kk, WA TR T R ZARF 4 it ig 3 5
1NMEAFAAES NGB REO S A6 ET S, 2000).
BEE BT T RN, R IAE G B 25 2 —Fh DL RIJE B
IR R AR AT AR G . LR T phyB
FHEREANRAAH 150N R R LA K, Hh2
A i g B [ 3R 45 B B AN 2R PE DU L & €[ (phy-
tochromobilin, POB) I, J& ot 2 4> 5 1 (Cheng
et al., 2021; Ruiz-Diaz et al., 2022).

e R AR 2RO R RIS YR PR R
PERIPr Y. BRI & R A IEEPEPRRAS T,
WK AT S i B A i T PR . PReZR S i (8 R 1 W
WA IZE 21 5 BR 2R ik — A A B f i AR i At T4 it
PR R T ME IR BIPrY . Progd iy 20 e i e KA
#£660 nm, 1] P [ 21 6 R Ui R AE A 730 nm.
PrAd AP A R i RAE AN, HE TR E S, 28
MG SR HIAE R, 1A K [a] ) R A R8T
ot £ BIPril(Klose et al., 2015).

SR AEAR N 2 AR, BRtkphyB AT {E 9 Pr-
Pr 5% Pfr-Pfr [ 24 — 5 & F1 Pr-Pfr 53 24 — 5 {4 (Her-
nando et al., 2021). H LWHDER, RETEH] TG
P, AR RS IR LA S A B TR R 2 R
phyB [ 4= 31 5 5 Pfr-PfroK F- 41 5%, [A] ik Pr-Pfrig
WA YNGR R, —Bm K Pir-Pir 28w
HILL 6T 456 R (Klose et al., 2015). A LG
BRAI3FE AR (KiE & M (low flux reactions,
LFRs). tRfK 8 &/ i (very low flux reactions, VLFRs)
PL K = §E 5T I i (high radiation reactions, HIRs). ¢
O RKRFRAT W N & T LFRs, HAFER B0
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fikmtsl e, I BB S Rz 20 ik e AR AT R S,
WY, XA Pr-PfraZ oy Bl R A RREIN )
A PR At T EEIFR, AL e B A
WL ORI RR AL 38 44 82 (Franklin and Quail,
2010; Legris et al., 2019).

2 EHERSIEEHERE I

R B AR B 1N IO iR (photosensory
module, PSM)F11 4~ Cufifar H 45 5 (output module,
OPM)A i, a]ii i 14> R 0 BB X2 (1) N
Uit PSMR] 73 B4 A~ 2 52 1) 7 45 A6 3, A4 ] A% (R N3
ZE 1§ [X (N-terminal extension, NTE). PAS (period/
arnt/single-minded)45 143 . GAF (cGMP phosphodi-
esterase/adenylate cyclase/FhIA)%: i) Ll & PHY 45
4 1% (phytochrome-specific domains), H 7 GAF
SERIRII A ORI 2R ke ik b B 5 A e I Tk
IR R BE R R A HIPOB (Li et al., 2022), 1fi
PHY 45 #3800 Pird R (1A% e P 22 G 2 (K1), Chii
OPMELIE1/1>PASH K 45138 (PAS-related domain,
PRD) #1144 W2 i AH o< 45 #4938 (histidine kinase-
related domain, HKRD), /% R IHRK1E T4
BN 691 FI X 7 (Burgie and Vierstra, 2014) (&
1). PRDZ: AL 2/ B K R PAS 2 14 I PAS-ARI
PAS-B (1), B4k, PSME =S [a] 45 kil ik 14N & 42
GAF &5} 3 FIN ity 48 i (NTE) I 8 7 I 45 . 1A i %

GAFHIPHY 45 ) 55 P 3 Jig il LA A 4> AP HY 45 1 35
Aol 380 4% floh A €8 AT B i GAF 45 ) 355 1) IR 6 7 R A
(Wagner et al., 2005; Essen et al., 2008; Yang et
al., 2008) (K1)

SR T DG TERIT TR0, DGRl 1Ok
B HEPOB C15-C16 XU MZIY RIERL ) 41k, M
M2 38— R &E A Pt R (Burgie and Vierstra,
2014; Nagano, 2016). #i#, #£Pr-Pfrtiisd
TR G FE FE I GAF I XU 1 45 5 AR I PHY S5 1) 42k,
2015 7 BT B Bl e 1AL o« MEAk, I b2 ) i 4
WM KOG 4, X 2 PAS S #4380 5 GAF 45 14 38, 2 [A]
W8T 4h, k2 Mgt —iE, REHiEE
PHY 45 #)18,_I- (Wagner et al., 2005; Essen et al.,
2008; Yang et al.,, 2009; Burgie and Vierstra,
2014). A FHCHOPMALE KA, M5l
e B e mamRmHEEER, UASKZEAR
AR AR, BEPIF R B T RZ RESEH
2 4W)(Cheng et al., 2021).

NEENCHORESHFHEZEELXE, Oka
2(2008)%T PHYBHIN3#ii651 /g FE 2 b 77 AL (1) 8 A8 AT
VAT TRETR, R AR R EE R R AL 5y 2k . —Fh
R, EAERERB N A 5P
(A e YT TRIAFE G FG, 25 GAFMIPHY 45 1435
IR J3— Pl A5 5 RARR, EATI G i R 1 IR
{BAEphyB ] T il B 70 HOAS 5 A% 36 07 T A Gk B, 330
FAYEEA R, FEAEPENTEMPASS I

PSM OPM
| |
| | |
GAF
PAS £ PHY —— PAS-A | PAS-B @C?ﬁ

0§0 BEEX J

Seta 2 % TR PRD

A HPOB

N¥t_ [ NTE

B1 1R IFphyBE4S 40 & E

PSM: 6, OPM: #ir i, NTE: N ZE{H [X; PAS: Per(B 7 1 H)-Arnt(5F & & 2 AR 5 60 5 1H)-Sim(Sim 2 [); GAF:
COMPBEE IR —Balg, R IR RRILEE, KHATEFhIA; PHY: sz, PRD: PASHACZ#k; HKRD: 412 R

KL

Figure 1 Schematic diagram of phyB domain in Arabidopsis thaliana

PSM: Photosensory module; OPM: Output module; NTE: N-terminal extension; PAS: Per (period circadian protein)-Arnt (Ah
receptor nuclear translocator protein)-Sim (single-minded protein); GAF: cGMP-stimulated phosphodiesterase, anabaena adenylate
cyclases, Escherichia coli FhlA; PHY: Phytochrome; PRD: PAS-related domain; HKRD: Histidine kinase-related domain
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2.1 NIgiEfRX(NTE)
HRZHME B O RSEHARE, MLt E
PSM & — MK (18 & H & MR/ L AR IINTE, W]
I 10 % (Vierstra, 1993), H AR GG EAR
FW A A2 . I TPNTEX I E & HEmR Had
3/MRGGH E 5%, Chen%s:(2022)ilF ¥ phyB{INTE
& — AL B HIIDR (intrinsically disordered re-
gion), 56/ MAERGEAE 25 BB A OG, NTEE#E
phyBYG/IMEITE A, I T phyB# L& EE ). BT 5T
W, N SE (G it 2P R R MRS 5 3%
FARE L, BRRNTERILR I+ A 5w OGRS i
KAE TR A4 5 55 e (Burgie et al., 2014). NTEIX
% A D6ANAZ 57 (4L B - phy B 3 Rl Ak RIEAS R
SR T H T IR 5 5 phyBRAZ K AR R, %
BAZ AL RARIE I PHYBIE R 2% . SRR A B i
BANTEZE #43 PHYB I DhRE FE AR 7, mdbR40rg IF
PHYBH11-57 i 2 £ IR g 3k 45 A7 52 B0 M PHY B
HEM, EEPHYB E 5N 6 28 1034 24 2k 1R
BRAE, HAELDG S RA ] AR D RE, AL
0L R A TR {(Wagner et al., 1996). NTE#H2&
S et [ R G TR R R N 4%, R ) SR AE PIOIR S
T, X A]RE RS G B )2 (Velazquez Escobar et
al., 2017). HT CREFEITphyBFIPSMER KL,
FIER Z NTE, A 1 R WL 26 T4 B Fr phyBIINTE =
Yk 45 K15 B (Burgie et al., 2014). HEj, HiE#EEY
NTEFH et R #asise, NTERBEIR b 571 8% 1%
% (Cherry et al., 1992; Nito et al., 2013). NTEH
S861v i i FR AV IR Fii %, D P B E, ™
s phyBA/ 3 Z0 G BUE M (Viczian et al., 2020).
S86DHIS86AR AL A FL MR Z 2 M Fe e ME L Dt
MG TEREYE, HS86DHY % 1 phyB M Pfr 3 Prir) i i3
B, SRR I IR T4 OGE S RIS
ot E A HAE K73 (phytochrome interacting fac-
tor3, PIF3)(#4H H.1 ] (Medzihradszky et al., 2013).
Zhao%%(2023) K Bl 7 —F “ 41 J-phyB-Ca®*-CPKs-
phyB” ] “Ye-4B RIS " | AP I -4 1 5 2R
PRI 24N 5 4 VE B Vg, /£ Ser8041Ser106
A7 5B R 1k phyB, AT {2 2 phyB A #% . S80A HiI
S106AZEA 2 M il 4% 5 7, ASRE#S WK 2 phyB 548 {4
[IThEE, 1K SB0A/ST106AZ A [HphyB 5 #% i hifs =
iy, e E RAKMD)EE, K ES80/S10611

SRR ACTE phy BAZ 5 R A 21 D A8 p R 5 = AR H

2.2 PAS/GAF#ul>Z5¥93E

PASHIGAF# B T Bt R % O 5 5 45/ 38, IF
HAERZHOLBERACBE R ECEA PR R
SFo AUl R T phy BN 45 R 8 A 1 TR S5 R I8
AL ENAE T, LRI H 58 % W phyBIjfiE,
HEP A Gk = PHY 45 #4358 ¥ phy B H: N iy 35 23t 7] BL
# 3 5¢ (5% 5 (Matsushita et al., 2003; Oka et al.,
2004). CHWFFLEN, PAS/GAFSE iy sk I rp A
il =N E I FROHAMBN, FECAE T RN
B, D AR M X 24N 25 7 3803k 4T T Bk 43 5 (Bae
and Choi, 2008). #2441 S e 3= 1 Ak & 4, 2
A G R T A I B A R 3 AR E,
A =B 8O 45 5K % AH 3% (Wagner et al.,
2005, 2007), HelRE5PIFE A HAER

GAF 45 #38 HL A 4 78 1 K 6 A R R G s 1%, &
BN TN R B AN e B % S5 M 35T L AR <7 (1 F
JR SR I o 245 M ) 3 R R A B S R RS
T8 8 B 3 HL A AR S I 21 R VR, B 6% BHT
% (3-2-1-6-5-4 BH4EHEF )l a2-ad B2 e #4) i i CTE &5
P RRAAN TR 4%, K% Hh S 4% R (4[] (Burgie and
Vierstra, 2014). [, %45 83000 At 411 24 3 DA
RO R AR B A . il e
PE R 2K B2 52 ) ' SR 52 25 0 PR PR 2 i) i Bl R
PAZERE), DR GG 1% 5 78 A (14 25 A P A A1 T 17 B A A
NP IR A BT . B AT CAEsE, 78R Ak
A7 25 (phyB#1357S) b AR BH 1L Tk A1 ) i 2,
RILAEYDE K (Wagner et al., 1996).

OkaZ5(2008)7E % 1l 75 77 N651G-GUS-NLS#%
DR Pk 3R EAT S8 A5 R R BF, K 141> phyB &S LR S,
KL GAR i K N IR R A, Hh 8N AR E L AE
GAF 4 ik, 3@ i I PCBAE Ay & 4 A1 7E 4k 4h 5 4 A
A IS phyBAT A4, KILPHYBHS SLIAR ko
REAHILRE )R ERFK, HG284EFMP309L itk
FRAE S, R BZAL R R AL I B phy B I B i 14 ik
Ak, HHERNPIIEARAATREN, ERET
T I 1 T A SRR R A P, TR G A 2
T PIrTE B AR, T B 0 A S O T A P PRk
R E . R313K. R322QA1VA401I5RAZK ) %
AR, ERHRI R E R, BXa
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HIRBURC I PR AR . P30ALAIR352KALE 4 #2211 H 1E % )
JE VR e W R, (HRI52K R A8 I8 Il 55 1 40
JERT R MR B4, R EA TN AE S B AR
W, {H ] phyB RS 45 5 R AE(E B[ . Oka%s
(2008)it 5 2 7 4 52 B HIC327Y. A372T (Chen et
al., 2003)F1H283T (Reed et al., 1993)R 4547 1 %b
FEWFIL, RILAIT2T L0 2 57 Y6l (1 5 K AE H B
%, HEAIEE mMEiE, C327YMH283TH &
P R i 2R, L256C . V264E. V273LAl
PA1L AR i 1k o A1 45 & R 0 PRI EE 2%, BT
Wik E 2. S367PANIS08T B4R 3 L HY 1E 1) &t [A]
AR, H 2 S367P AR R B H IE ot vl g
1308T H 7w tH B AT i P, (H R RERRAE 5 . b Ah,
S343Y. C345R. P411L&R415WRA 5 K A5
WA RELE A ELEE A He T PRAIC, R XL EEIR Ot
Bt R A B [ A (1 R 5 BDE R AR VAT 75, BR
AT R 45 K 5 B BT 6 75 (Kikis et al., 2009).

Xof GAF 25 ¥4 3 55 276 7 1% 20 R 1 9 7% - A 36 B,
AR R S SR CEEM . PHYBH276
AL 2 R e H R U § B4 5 F 1ok i fh 3z
&K, MIEMEE, XERE KAY276HTAZ [1phyB
U1 EphyBHIPriE 2\ (Bae and Choi, 2008). 3 ## 1],
HAY276HI A [FphyB A fil & 6 T4 £ i B (Su
and Lagarias, 2007), 75615 S RITE LT 155
KGR 5 5% ) M (Hu et al., 2009). %FPHYBiZ A
MR e R A YTEE TR A, GAFZ5 1
S 1D T T 7 22 A A B Y6 SN A 5 F o R R A R
{1 (Su and Lagarias, 2007).

PASL B E NS 5 S K EEEAIEH .
R110Q. G111D. G112DHIP149L 5748 & fir 7£ N it
PASZEfyis, HrFR110Q.G111DAIG112Di# 452
(1) 5 A8 A HH PHY B I 08 /K R R BR AR, HE 2T,
HEA 5B AE, EIEAEGm Ll fE
T2k T PHYBIES 2 Thig . OkaZs(2008) Tl 9¢ 45 5%
FEAE SRR R A B, ORI E SRR
R110. G111f1G1125DrCBD " () B1"5% & 4 B S,
ifi 1'% 5 DrCBD H 1) B2' f1 R34 I [H] 2 5 B e 45 1)
TER, H RSB R A5 55 T il R
YEM .

PIF32 5 Y e 2 A B FH IbHLH % 5t A,
DR YR Tl T R 36 DR SRR BT T o AR AR SR R )

Y104E A 52 £ VH R T Pk KIPIF34E £, R IAREIR
A phyBAE 5 23 BIMLEIS A BH I phy B4 & PIF I g
73, MY 10447 £ BT A8 1 phyB 6 i 14 1) 55 4 (Nito
et al., 2013). Kikis%:(2009)# 7% B, G111D5AF i i
phyBIEA L 4 54iE S HIPIF345 &t 71, R110QE FE
Bon R 56E S HIPIF34 &, 11 G112D %2 51 %
DR BN, b RFPASE IS 5
SR EEER . @idx1208T. G118RAIS134G%
AT R A A M, R I208T 1 A € 41 2385 1F
W, T EG118RFNS134G 5 A% 1A v Il 31 (2 [ 41
HeHh 2k (Oka et al., 2008). C119Y. S343YAHIC345R
RAR UK B H 5 #E B A > Bk . T HL
1ES134GHIC119Y FEAL A4 b Jo i Aa il B PIF3 06 75
S4E G S AR ) B PRI . Liu%E(2023)HF 7 & B4
B 8 ILRX (leucine-rich repeat extension) 1255
RBEFFER (FERONIA)ZH B 1A 43 T 155 e ok 1 4 4
YA KR 2h 1 . b, FERZ phyBRI— R iR 1L
g, R B2 Ak A7 55 N Ser106 £l Ser227, S106A/
S227ATEAR 43 JEIR S/ IMA 1) ik 85 A A 1% 2% 4 T phyB
MPfria] Prifi s, iS86A. S106AFIS227A=5¢7% J1,
ToE A BR T Pi-Prif i %, 5% 81X 34N S IR ik
FE L VAP b o ) PFr-Pridh 3 1) 32 SEBERR A A7 55 . &5
4 Zhao %5 (2023) %t Ser106 47 5 I 72, 854 i 14 2
[ 1% i CPK6/121% 2 1, Ser80 #1Ser106 1] 2 i3 phyB
Ihee L, T FERMER 1k Ser106 f1Ser227 #1318 1
phyB {5 53l 1%, 2% W] S106 B 2 11 43 71 388 1o 32 il s
T B B N R 1) B1E A T phyB A S 1 &R
(Viczian and Nagy, 2023), i#t—2P kB 1 Ser1064,
MTEphyB(E 5 G o i) 24

25 FRTR, PASHIGAF 45 My 1E 6 BN IG5 5
S R AR

2.3 PHY&%#aiH

PHY 45 M3 7E Fir 7 b 3R 3 IR 57, B R bEE
HPrE M e BT L . EARPHY 45 #3808 J
phyBE 55 SR LT, EX ¥R XEE, H
BT s BlphyB IEH TheE. ARV, HcBA
PHY 7 51| [f1IPSM X 35 & 1E ¥ & B Pr, {H A Be ¥ %
NPfr (Burgie et al., 2014), 5 i i 0 i 2 ] PR
phyB#)4: % 1 (Oka et al., 2004). 5 G564E5R4: &
FU 218 RS 1 5% (Kretsch et al., 2000)#H EL, PHY 45
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F4kG564A . S584FMASST7T (5848 # A B i F s
%3 (Oka et al., 2008). X jt—HiFSZPHY 45 #y3,
BAREPIVER . Ak, LUk AS8TTRAHIR T
PHYB{# 5 {Z(Chen et al., 2003).

LG TFhy (long hypocotyl) 58 AR A5 )i Il 52
R IR 1 R R AR . Reed %5 (1993) K I
phyB & 4 Jii 34~ % {7 4 [X hy3-6064 . hy3-8-36 fll
hy3-EMS142 (] PHY &5 1) 38 1) 2 i [X 35 47 75 1% 1 1R
RABGFHL L EGT . SEARMEE, XA
BRI T IR MGG, T AR /N R AR PR
. X5PHYBIREH A RAR KRB 25 L,
PHYZ #I PHYBI G 54 R A A EE/EH . £
KA, EBRPHY S5 M8 IN450G-GUS-NLSH
B DRk AR 1 A B . B R 55 T A PHY B 78 B N 11
N651G-GUS-NLSH: F: Mtk &, R K] /2 £ BRPHY
g5 k38 F BiphyB5 T I 43 IO AR LA 55 (Oka et
al., 2004).

5 — 201 1f 6 B 2K 45 44 (Essen et al., 2008;
Yang et al., 2009; Bellini and Papiz, 2012; Anders
et al., 2013)H [, FHYIPHY 45 M35 14N R &
AREEH o TR RIVE A LE A R PHY 45 4 35k 1)
GAF 25 F 3 IR tH, FF5 71 K 64 1 1 GAF 45 14 380 A H
fEHT . Burgie%s(2014) % 8L B I+ phyB R A% 73 #1 R,
TRG M E R Prep b 75, (H —RE SRR X IE 24 1)
Pr/Pfrifl B AL AN/ Pt i Aa e tE = X EHE . PHY
SE RIS TR X IR AR R, WTR582AE G564E %
A S HPfrE R B R e P B 55, P R582A%R
P A 1) T B R SRR N TR R 4%, HL e AR A
TE 55 2050 A K I 4l H A 5 1 A1 (Kretsch
et al., 2000; Adam et al., 2011; Zhang et al., 2013;
Burgie et al., 2014). Maloof%s(2001) % ¥ 48 B4 7%
phyAs'M548T R A2 e | e A tasE BlphyA H, H
i phy A B [ 370 21 % fURR 1 1R B AR R 1) 1%,
25 R BlphyB3E AL 58 48 (M579T )i ol i 1k 5o 1 3 &
ZLOG I S SRR A PR ARG, H A 52 e J R v 1 41,
T UNZ A IR AL U RAS R T OB 3R D U
PEo. 4N, Burgie(2014)iE il i 5t phyB i = 445 ),
R4 T ARRIRSTON FR 2 R J5, fig% 535501
HAMATAER, o 7 FIRGE 1 5 GAF 45 1 35 1)
4E4r o M4, Viczians(2020) % Bl phyB#D453R 548
T T 9 7 PR e SR v TR LM PR R A

22, phyBfINsG A BLEL R ZS & %t [, IF R B
T A R AR, B AU G E h OREEAE
1M HLAESGAT S A% 2 F iR 26 bt 4 1 . BItEPHY
SR3OS T Pk 5 1K) A s 1 B DR 24 1R DI 1
ReE RS E A AR L 2L

2.4 PRDZ#aiE
phyB 1) C iy £ & 24> PAS 5 14 38 F1 1 A~ 2H 2 R W A+
KEEHIR(HKRD) o EARGES (3R 11 N i 25 A4 Sk, 15
B A RIS iE Y, (HCum & M I R A KT
ORISR LRAEFR A, R HN 28 8 B I H D se R
HEE/ERHXu et al., 1995; Rockwell and Lagarias,
2006) . St Bt 2 1) Cii— BN A T LLHAS 55 5 2|
NI R4 (Matsushita et al., 2003). #iff 503 BH, Cui &4
WEHIFABEES 5E 5% S, M&EphyBI =%k
AR A% 58 7 Hp % 4 # 24 FH (Matsushita et al., 2003;
Oka et al., 2004). MatsushitaZs(2003)%} 48l /g 7+ %
HE [R] 3 3K B 2 T AR W I AR W I R AT R, R T
phyBIICii 45 #38 F JE e Bt =G HE T b 75, T2 =
RARTE A 55 phy BA5 5 5 P4 B0 5

C iy ¥ PAS 45 14 3k 6} T phyB A% 72 47 /& A~ 1] B 5k
#J(Chen et al., 2003, 2005). Wagner£1Quail (1995)
J9 T € phyB A0 18 45 0 1t B A B T e 1K) 45 R
X phyBid R iE R RiEATI AL, KILCHG4A i —
RAILFRIN B H(AT50V. G767E. G767RFIE812K) A
2 phy BT I P 2 09 P WSO 1 AR DA S
RMITE R, HE5RRALRISEAMLL, phyBiE K
FE K H10.1%—-2.5%, X3 B H Ik = A 1) 7+ fR B
TIEF RPCRZ DRe, HRE(RHEE 5168 2] T lis%
FRAT R DI REAEE BRI . Horh, GT67RARAL @ It
FHASPHYB & [ 75 40 i % o (1) FR 2R B (K phy B ¥ 3 1
(Matsushita et al., 2003). E812KZ5e45 ik i 51l 5% 2
NG AT REE R R A, PR AR E, &
BH e 2 €0 [T ) 1 0 ) 3 A 52 e P ) A B 2 12
(Elich and Chory, 1997). Wagnerf1Quail (1995)%
10957111364 S EHPHYB & [ # e AT i br. 2
J&, Chen%&(2003) K IO & E AL T WG S
¥ 2 BRI A% /MA (nuclear bodies, NBs)fHE %, H
A Pfr i & phyB ) £ & 1k 2] — 5€ B A4 6 ¥ NBs,
H A YphyB i L S, A 2 TR BCK INBs, #5
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KIINBs 5 H R M phyB s MAH G . B, ARl
{EA W B e == 2 N <iab b NTITRT: R N W o ez ol ot
MophyB A X H & . SR T, PASZS 438, G674D il
ATAQVIRAR I FE AT el B 6 ) LG BURME RIS, A
RETE K IRINBs, {HphyBIhfE I A e 4 2k, X
oI U il 4 40 1) L JE B phy B R AR A A T B AR, IX 3%
BHPASEE #4380t phyB 1) Ih fig R I L EAEH .

2.5 HKRD&#aig

phyB 1] C ¥if OPM JE & — % & (Matsushita et al.,
2003; Wagner et al., 2005), OPM i HKRD £ #4y15,
BN N A 1A B Ak 45 4 15k (Edgerton and  Jones,
1992; Wagner et al., 2005; Clack et al., 2009). #%
41 B AN IS G B R AR L OPM A A A H & IR B s
Shit, J2 IR R H IR R A TEY)GE
2 HKRD 25 #4358 2 7R 22 &R 1 75 & TR U g i P
(Cheng et al., 2021). 41 RIKREFSE FI5 L =547
SFEFE, 2 HINHL NG G FRIG2, HAE34NGATP
IS G KRR B2, AR A # AU (Thermatoga
maritima) CheAZH 2 BRI (1) AR 2514, 1% 45 M3
G1. FRIG2W L5 H I S IIATPS & L 48 B T R 1
ANo2iF e, K, 7RIS IR AR — e AT T 2
WRATPERMQ> 145 &, i B AT B84 HKRD I
B R, 0 AH SRR U A DS A R B R )
% I v 2 2R ] (Krall and Reed, 2000).

. I phyB 1991 R A8 £ E991 % 151 bk 421
NG FRRER, TG N1, B4 8 Uk
I, NEFE AN LI EE R iR 1824 F A
PR )T, T LA B 1 i 2/3 T HKRD 45 #4935k,
HAEFEN. G1. FMG2E/¥. WA KM, ZRAHE
R I VR Sl e K A L B AR 3R L 35 55 T phy B-1 R 4%
FEPE, 10 H L RIKM AT £ 5EAF I PHY B [A 1 5 |
phyB 56 4= 6l 25 1 5% ™ FE R T Rl e 4 i 20 5 40 )
HFHIFEEIR, KA phyBE H IR 1A
N AR AN B EYE . Rk, HKRD4 #4382
/b 183X 28 phyB Il fig H A 1] B dk (Krall and Reed,
2000). D1040V{; T HKRD#NTF 45 #yds, 1% 5848 A]
PAVH BRHKRD (1) — 54k, AT 98 55 phyB 7E 1% AR 22 Al
S/ E A I G 5 5 3 DhRE(Qiu et al., 2017;
Kwon et al., 2018).

FEVIAE SR AN JE SR TR RS, A 3k Y]
SNE, RIUOAPGEAE K FEIATERT . HARAR KR T
3B BAE (k5 2%, 2011). HYEIE S S @Rk
7S ERH SN, T phyB A 538 B 8. JE i Xt Col-0
EPat (Patagonia) [f] {1162/ B 4 8 R BEAAEAT
QTLERL, KIPHYB 2 45 SARIIEIEFE A . B 5T
FH, AT CuifHKRD 45 #445 | ¥1V980IFIL1072V
% 25 1t Rl A AT B B B 87 DA B ot 18 150 0 1 B D
B . 2 ALTENSTPSMIFIM43LAE [R] X2 45 1 i Bk
N RS A0 A2 AR, (H R B R T 38 B & M (Ruiz-
Diaz et al., 2022),

Dash%§(2021)i8 i 18t % B AMSLIRAESE, 7ET-DNA
Pk % SALK_015201 H1 47 75 1 4~ (11 PHY B 45 47 2 [
slim shady, Bt 43K A 75008, KIS %)
5 AN BT N [ phyB A7 5 47 76 15 Bl 56 5 o
i L1255 0 N PHYB AR [ Clfy [X 45 [ 28 11 %7 1,
FEAEAN 124 J5 6 R A8 S AR B B E, 1R
G HEAG2 T 5 M AR, T BRI D B A AL
FRE B 25 TR, PHYBHIPAS-AMIPAS-B4: 445k
J HKRD 25 ¥4 380506 1 6 it 32 16 = R A A% S8 £ 72
DI

HHT, JATRGE R A7 Ihaer 1
KR TR CZARTAZR I 53 B o 5 B AR B R R
AR P G U 3R SR PR R T 45 SR R, R
2 B LR AL AL mUSE T phyB N i PSM A 41,
17 C ity A I AL AL sTAR D (12) . phy B FiT A 5 44 380 )
RE SRR, To 218 Kt J T i 3 2 12 iy,
I A 5 M phy B (1) 605 5% 18 R/ B A 25 14 )i LA
J R P R (R 1) £ T UL BT, 3R
AT PHYB & 45 # 3 F) Th REEAT R 45 (3R 2) . el
F NG AR 5, i Cli 32 2 DA% ik
HfF55 . NTES IR T E S 5t R i
. PASIGAFHZ L85 Ky IRAE A 5 I AR % 3 J7 T
B R A SRR T, v GAF 25 #4938 32 435 k(6 1A
FIZHSs, fREEE e R PrS P Ui IE 7 i 4, GAF
SERIE_E B 45 SPIF3E SN T EAE . PHY
SERPE R T B B P R R T 5, H ok
=5 [ A AR . PRDSS R 78 % B (0 B 1%
SE A AR B ) N R A B R . HKRD 45 #4938
FENFIBERT R
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1 97 103 219 252  443/444 623 654
NE - NTE PAS == GAF PHY
D64NJ| ‘ ‘
S80A 7 y104E
S86D (A)
S106A A587T
R110Q S584F
G111D | R582A
G118R. PogiL
C19Y /| ps6c %z;
$134G \\pear
V273L G564E (A)
H283T
G284E W552 (stop)
P304L D453R
1308T W448 (stop)
P309L R415W
R313K P411L
R322Q V401l
C327Y
S343Y W397 (stop)
C345R A372T
S349F S370F
R352K
S367P
C357S

B2 it LRA R T phyBER 145 #48n ]

SRR A A

770 785 907 927 1153 1172

= Cl

R1136 (stop)

L1125 (stop)

R1105 (stop)
L1072v
D1040V

\991 (stop)

V80l

12K
Q905 (stop)

G767E (R)
A750V

Figure 2 Schematic diagram of the phyB protein domain in Arabidopsis thaliana carrying a missense mutation
The alphabet abbreviation of each domain is explained in Figure 1.

R1 phyBRA M PR EE MR R AN RS BURME . REORARS

EReiEEd: Al

+
EAE N

e RRENE. e MEER. JeB R AL SO

Table 1 Overview of amino acid point mutation in phyB mutants and their effects on photosensitivity, chromophore assembly
and binding, phytochrome stability, photobodies formation, phytochrome nuclear localization and light signaling

REHA SR JehME Ot ES

AR SRR BB e TRert B boeh  fb B
NTE D64N - Oka et al., 2008
S80A - Zhao et al., 2023
S86D(A) —(+) o(o) —  Medzihradszky et al., 2013; Viczian et al., 2020
PAS  Y104E - — Nitoetal.,, 2013
S106A - — Zhaoetal, 2023
R110Q - —  Oka et al., 2008; Kikis et al., 2009
G111D - —  Oka et al., 2008; Kikis et al., 2009
G112D - — Okaetal., 2008
G118R - Oka et al., 2008
C119Y - —  Kikis et al., 2009
S134G - - —  Oka et al., 2008; Kikis et al., 2009
1143L + Ruiz-Diaz et al., 2022
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=L &)

Table 1 (continued)

REHA SetER oMk OtiER uES

R RO ERURE o e Trmte MR Boel b BEIM
PAS P149L - Oka et al., 2008
1208T — o Oka et al., 2008
S227A + - Liu et al., 2023
GAF  L256C - Kikis et al., 2009
V264E - Kikis et al., 2009
V273L - Kikis et al., 2009
Y276H + + Su and Lagarias, 2007; Bae and Choi, 2008; Hu
et al., 2009
H283T - Reed et al., 1993; Oka et al., 2008
G284E - Oka et al., 2008
P304L o o - Oka et al., 2008
1308T o Kikis et al., 2009
P309L - Oka et al., 2008
R313K - o - Oka et al., 2008
R322Q - o - Oka et al., 2008
C327Y - Chen et al., 2003; Oka et al., 2008
S343Y - Kikis et al., 2009
C345R - Kikis et al., 2009
R352K o o - Oka et al., 2008
C357S - Wagner et al., 1996
S367P o Kikis et al., 2009
S370F - Oka et al., 2008
A372T - - Chen et al., 2003; Oka et al., 2008
V4011 - o - Oka et al., 2008
P411L - Kikis et al., 2009
R415W - Kikis et al., 2009
PHY D453R + + Viczian et al., 2020
G564E(A) + o) + +(-) Kretsch et al., 2000; Oka et al., 2008
M579T - Maloof et al., 2001; Burgie et al., 2014
R582A + + Burgie et al., 2014
S584F - Oka et al., 2008
A587T - - Chen et al., 2003; Oka et al., 2008
PRD G674D - - Chen et al., 2003
A719V - - Chen et al., 2003
A750V - - Wagner and Quail, 1995
G767E(R) —(-) —(=) Wagner and Quail, 1995; Matsushita et al., 2003
E812K - - - Wagner and Quail, 1995; Elich and Chory,
1997; Chen et al., 2003
HKRD V980l - Ruiz-Diaz et al., 2022

D1040V - - - Qiu et al., 2017; Kwon et al., 2018
L1072V Ruiz-Diaz et al., 2022
F AR AR A B . SRR T REVE PRI SR (+) . BEAR (=) AN 254 (0), TSHE RN AKRHIARE -

The alphabet abbreviation of each domain is explained in Figure 1. Mutants showed enhanced functional activity (+), reduced
activity (-), and unaffected (o), with blank cells indicating undetermined.
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®2 WHIOCBO RS IR RE

Table 2 Summary on the function of phytochrome domains in Arabidopsis

B A e

FEZAEH

PSM NTE

WO RPIE MR ENE, QDO RN R, H0uE 5168, WMk OUE 5= Rikis

Wi phyB -5 T i e 53 A1 PIF 45 £ St o -85 4234 (e itk phyB A 4
PAS IR A BRI AL%E; TS5 &%, WigaphyB S TN TPIF3HIL4E & hE

GAF stk Ll MAL%E, REDOGRE S, difFphyB PrPfsliE & il Wi 4, (REPLBea R
PirE SR BB AR 451, WS aphyBIIRG S L2, FSOBE S 1L, MBobsiThe

L 5PIFFEAEH

PHY i #e Bt K PR SR RS E 1, G0 S 1 phy B ) I 190 5% 2 DU R il % S 7, 4k #FphyB
PriPfrf ;NIRRT R4, 71506 51838, WEWphyB5 i A LAF H K phyB

PR 52 r
OPM PRD
phyB 4% & {7

I AR P A E 1, W WphyB KW H )N ATOLME 5 4&5%, WEm SuE 51%%

HKRD /i~ Gt R 10 — R4k, T EZ i phyBLERZ A B SRR A SE A ) U5 5 1 08

KRR A1, The alphabet abbreviation of each domain is explained in Figure 1.

3 BHEERE

eI LR LR, W RS IEE SR BT 2
fENT TGt R S AT BRI, AR, S JLHE
MR L, A — Lo s B A fF R . H R R A
A WIphy 62 AR VIR EE B R G, (H ) T 2AE
Vb B phy il ££ 8645 5 LR el it — 5 s A KOk
B (W A1 i RN - A4 R E B8R s AN I TE I
&) ) FIAE 7T AT A\ (Franklin and Quail, 2010; Legris
etal., 2019). phyBJE A KM+ 1) 3 E Rt =R,
S — A R TR G AL R, HRET IS
il (Klose et al.,, 2015). # % Hal, HA#IEEIT
phyBfIPSME A ffk 2544, 1 HNTEN ¥ A (Burgie
etal., 2014). TE4> F/KF L, S5 GmE 2 25 A
FMOG RN R 5 A A FRATSR 7 — AR, (H & 5
VRO R G A TR, KT phyBi) =445
TG, MY SMEM PR EaR, =
L7 AE PSMUG 4 A\ 24 Tl f) PAS 45 14 38, (PAS-A
FIPAS-B), 1X ] BE52 M A& 115 5 &4, FEfim
HKRD K iE P A7 10 235 22 57, IX W] ReA IR 148
VIR F B S E o AEAOG ERSZ 28 AT LU A
K5 R EPIFs4: &, WIPASEE I KIERH, HKRD
T RALEREZ SN ThRE(Cherry et al., 1993; Cheng
and Tu, 2018), PLAAEY G 55 I 25 ) 2 75 2K 0
T ER IR AZ AR S, H AT M ATE & .

25 b, phyBIELAEDIPUS | i 3 DA K B0 (A 7K

PUGUR o RG99 ) 5 7 T R ¥ B AR L, TE/E Wt
I3 B Bl TR BRI g, i an ] v ROl
A 7S I T B — A A 5T . phy B E AR 42 (1 8B
LB AT B E IE T R OK- R F AR E A R 7 Ak
SRR AT B . phy BRI T AL I R DL R AR
RIS X AR A AT BN AN . XIT5%E(2017)
XoF 125 43 S0 9 R B e A B A RE PHY B2 R 3k 47 I 7,
ST T PHYBIE [R5 57 p 11 22 25k LA B A% st 1
SRR S0t B FE AR 2 FEPE ISR, R B R
K H IR0 L R PHYBAZ 28 2 911, 48 T PHYB
BRI H RSS2 FALE] . BRI, HifE S
i 1 phyB 2R 1A 4N 2R R 1M % 5, KRG phyB
UM BATREK . B AT, FRATIEFERN AT R
i REphyBI) e 2 7100 F 25 ath . BRIk, TEASRIE AT
W — D R R B S ThRe, SRS
PHYB I 6 A7 3 2 AF FH 1) G & R IR 7 A, AT 82
PLXFPHYBJE K s i, LASKAF AR BT F MR 1
RAEDD o

&R AR

Wrtame: $ESIRSCRIER, 2N BEBCHR A A T,
JEE, RN, 22KM, IME, IS, %S, £
B2 BEEOCHR, AR SCHRE SRR AR, SR
H: Z2H5RBN; Wz w8 e, ket
WS
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Effect of Amino Acid Point Mutations on the Structure and Func-
tion of Phytochrome B in Arabidopsis thaliana
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Abstract Organisms have evolved different photoreceptors to adapt to the ever-changing conditions of the external light
environment. Phytochromes (phys) are one of the classic plant photoreceptors, mainly perceiving red and far-red light.
Phytochromes detect red and far-red light through the light conversion between the dark-adapted Pr state and the
light-activated Pfr state. All plant phytochromes have a conserved N-terminal photoreceptor region and a C-terminal
regulatory region. The N-terminal includes NTE, PAS, GAF, and PHY subdomains, while C-terminal includes two PAS
domains and a histidine kinase-related domain (HKRD). In order to understand how the structure of photochromes con-
trols its function, many function-deficient photochrome derivatives and amino acid point mutants have been obtained and
studied. The N-terminal domain plays important roles in the spectral properties, light signal perception and light signal
transduction of phyB. The C-terminal domain is essential for dimerization and nuclear localization of photochrome. This
paper mainly reviews point mutations of amino acid in various subdomains of phyB in Arabidopsis thaliana and their ef-
fects on the function of phyB, in order to have a better understanding of the structure and functional regulation of phyB. It
lays a foundation for obtaining crops with desired agronomic characteristics through gene editing.
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