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Abstract: Phytocyanins (PCs) are a class of plant-specific type I small-molecule blue-copper proteins in-
volved in regulating plant growth, development, and stress responses. Despite their importance, functional
analysis of PC proteins remains limited, and their molecular mechanisms are not fully understood. This review
examines the structural features, classification, and expression patterns of PC proteins. In addition, it summa-
rizes recent advancements in the study of PC proteins, focusing on their roles in plant growth, development,
and responses to biotic and abiotic stresses. Unresolved issues and challenges in PC research are also dis-
cussed. This work aims to provide a theoretical reference for understanding the molecular mechanisms of PC

proteins and for breeding stress-resistant crop cultivars.
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W, N T TR MR R AR
AT ST, Malkin 25 Fi] F 5% 1% 20 A E I
WAL P S S vk, MW ER SN T T,
M#, %5H&EMH (Blue copper proteins, BCP) J&
F IR E A, E—MIREvER Cu® 855 &,
FEAFE /N TS5 E ( Small blue proteins ) |
Wi E LB ( Blue oxidases ) . #EIfLH T ( Coagu-
lation factors ) 3 NP, BF5Y KW, BCP i
TR P A, MR &I ZAE TR, H
FEAN BRI vh 22 LA/ 5 A 2 1 I U
Ut , BCP Al A 3= %2 5m 1o 45 i 7 MR B =
ZRIE RS 5 A BELE A G A 1R,

k52 (Phytocyanin, PC) &Ml 4
AT AN IEREE L, B R g
FIEE AN S g™, K4 PC 2R (46 H AT § 25
B, FEMZ AL, Cu'T S PCEMH LMW
MHEMR (His) . — Mkt m (Cys) . —1
Hai iR (Met) s{— MMM (Gln) BRI
B, JE R — A DU P S I AR (1) .
HR A 2 75 AT 4 45 v o0 S LAY S LR 5% ik 1 b
%, MY PC E AW B — Lo 4 TR R
W5k £ KL M (Early nodulin-like protein, ENO-
DL). £ H # & 1 (Uclacyanin-like protein,
UCL) . R & ( Stellacyanin-like protein,
SCL) FiJfifA# Z ¥ 11 ( Plantacyanin-like pro-
tein, PLCL) "™, 4 ANy S0 il B 1] B S R 41
IRAFTE I 225 (BRI 1), sl A v e

4 Cu? Cys
””’////,/o/’//g
)
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BE1 pc EAREERFREF cu MR HY MY & 4 F m IE 5
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Fig. 1 Four coordinate planar square structure
composed of four amino acid residues and Cu

PC & H 45 & HAh/r T30 & BAERE h 2R B A ,
AL 13 PC KA 5t D RE 2 I 1 .

PCHE M AT AFHEY S, nTiES
HZRA, Ak iR, Wl A "R R
RN HRIETE B i A . PC AR A
DI RE B AARTE, B T &M A R 25, ]
e S HAAERFMY A, AL LT B LI
SN Rk 22 5, DL SCHE A0 it Hp A 2 o
ZSRA K, W, UCLEH EZAALE TR IT
( Arabidopsis thaliana (L.) Heynh. ) 25 X{F- -+ 4
AT BTAMAE, FIRES SAEMRE R F Bl
Il ECAT A R R S AT, T S — T R R Y
SCL &5 1 ) Z2 76 40 ffa Jot A 40 i 2 v g 3Rk, %
2 5500 R N R B A R, Bksh, PLCL
E AW R R gk, nTRES S5
Yot & 18 L T 4% 2 A 518 S 48 A,
ENODL & 4 W 3 275 G RHE D) i HLRE sh ik, n]
E S S MR AN [ 1 S A 2,

ULAEA, B F D200 45 R 1 & JRe AN
o N 5 e M 72, K FE"™ ( Oryza sativa
L.) . EXP (Zea mays L.) . #E# 152" ( Me-
1 3¢ *® ( Brassica
rapa var. glabra Regel ) . H % %332 ( Brassi-
ca napus L.) . # 4E " ( Gossypium hirsutum
spp.) . Bk Kz 41 11 *? ( Dendrobium officinale Ki-
mura & Migo ) . 4 >= ¥ ( Phalaenopsis aphro-
dite Rchb. f.) . # " (Populus) . K &% ( Gly-
cine max (L.) Merr.) S& 484 PC & 11 5 I &%
BRI A3AG . IE ML RFEAT TN RGN
WFoR. Hob, FRATXEIEEIT . KA. FAERR
() PC AL X RIEAT T A B - E I (MG )7
H) WLRFFE 170, H1 IR 2 AT LT A% % SE AR W) 2 A Y
FGKFR, WA, MEAEARRAL ., KEH B
KRBT RSB BT T8
L | 1 U 2 TS E N1 e e s 7 = o
2, WISEE X PC & AEEY) A K& B RIIAEEIE
i BT R A AT TR R W, SR
YT, —2 PC K 8 IESERE 5 (e A 0 AR I8 1)
TR, JFHR AR 2 fE e T, PC
%2 PIFs % 5 1 Fl miR408 (i1, &5

dicago truncatula Gaertn. ) .
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Different color represents different branches of PC proteins.
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Fig. 2 Phylogenetic analysis of PC proteins from different plant species
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H 8 NI AT BB M4 o e, TE AR
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PSR A . Horpr, 23l T o P Jo I ) 155 e 37
( Signal peptide, SP), i 5 PC & iz fi 2
ARESL . Z5RIR T 45 A 45F9 5% ( Plastocyanin-
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like domain, PLCD), J& T4 %A% 1 ( Cupre-
doxin), HA [ BEME AL G, JEEHA N-
TEFEHEIEACAT 2 o 2RI TIT A 2L A 40 240 i B A
H AR BRA 2 ZLBE & E (Arabinogalactan pro-
tein (AGP ) -like region, ALR) Z5#y, & Ala,
Pro. Ser. Thr fl Gly %% %L, JH&A 0741,
Al AR PC 25 [ AE % B B G 21 40 il BE rh I 58 iU 2
R0 99 gk Ky 4k IV Glycosylphosphatidylinosi-
tol (GPI) e (5 5)F5, A GPI Y PC &
A SR e ™ (P 3) o ax s Fy sk
HFdeE T PC & H I Z TN BERIE . WA E
B E R AR Y 2E DR

A 4 DS AETE S & Mg 2 5%, PC
BRI o8 T~IXH 92K (K 4) . Bk
VI~IX A4, HAh 2SR PC & (A N B A & H 20w
ey N s Sk (SP), Al g5 5 2= 1 i M
HEA G ihiE e, VAIVIELE A PLCD, X 0] gEJR
T ER. T, IV, VIAIVIE A C i

GPI anchor signal ( GAS ), X 2RIy PC
FEE T GPI e BB, tAh, R &4 SP
FIALR I 1y 426 (TM~VIEY ) PC & 1 #% &1l A
AGP I X 5™, ANFAEY) Y PC & %15 A
DUBCH RIS M R IEAF IR R 25 5, IO B AT 7
Efb it B rh AT B kAR T R A i 4T B RN B A A
I, PC 1 G205 i 0 ] i A OC & i o i — 20
N7 T
1.2 EEREERX

PC AR ZAEKEY . BMEEFESH I
P, HERABUER Y . A KEE
WY 25 XWREEN PCEHIIREZHME
WIFRZ—. RN, ESFHEY T, PCHEA
R FZERIRFA ARG, HERIAKFEERZ
AR AR Y S R FEAKCE B $sE, X ] fe e Y
% [ 1 T RE AR SE AL A — 343> Y, PC 3
HRIFEZE . . ESEaE P n] Rk, HHRIAK
ViEE 2 TR BRI AR, ATREE

(ALR MBS PCE LA )

A REE
e
ARk
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PLCD &5tk i 5o PCHE 5
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TEAII |-
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@®: PCHEHAAM . B LB M TR, @ . PCH AN I SP 45 M4z fi 2= 4l fa b ; @ -

PC # 1 I ALR 254 3l ol 41 2% 21 40 g
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(D: Process of PC protein synthesis, modification, and release; @: PC protein is transported to the extracellular space using the SP domain;
(3: PC protein is assembled into the cell wall using the ALR domain; @: PC protein utilizes PLCD domain to interact with BCP and form a
complex; : PC protein utilizes the GPI domain to anchor itself on the cell membrane.
E3 PCEHZEHREINGE
Fig. 3 Structures and functions of PC proteins
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Type 1 SP PLCD
Type Il SP PLCD
(AGPs)Type Il SP PLCD

(AGPs)Type IV PLCD

PLCD

(AGPs)Type V S
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PLCD

(AGPs)Type VI S PLCD

PLCD

Type VI PLCD

Type VIl PLCD

w
o

Type IX PLCD

SP: &5 fik; PLCD: FifkiE REELHBARNS G 45HE; ALR: ZERIBTRAEFEE X GAS: HEEBEIRBILEE S EH 5.

SP: Signal peptide; PLCD: Plastocyanin like domain/Copper binding domain; ALR: Arabinogalactan protein (AGP)-like region similar to ara-

binogalactan protein region; GAS: Glycosylphosphatidylinositol (GPI) anchor signal.
B4 EF&HESARMPCEANE (XAMER™)

Fig. 4 Classification of PC proteins based on domain composition (modified from Sun®")
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AN PC 8 IR AR LR 4k kB o B P AR A #RR AN
[ R, —SeSL AL e 2638 LM,
T3 —SE WU TE 27 4k A BE IR iU 2635 T R, SR
B PC 2 1 [N AT BE -5 27 48 i S B A
HAbAEY) iy PC & H AR W B A Z MR KRGk
B, an, KA PCEMEN FEAEZPTHER
ik, HZMRIES, RES/KRPIFERE MM
TEEK B A it ( Dendrobium officinale Kimura et Mi-
go) t, PCEHIEN FTEEATEHELRE, H
ZOCAWIRE R, T AR5 FFAERT [ AR SERT S XA
[FIAE ) PC i 3 R ) SR i AT 40 b, mT it
— 4 s H O g LS 509 40 F U8 FE HL T B 2
A

2 PCERAEMEREZBIERHNIER

21 SE5HEYNEMELELRE

A6 K53 BE AR S b - 0 e T 4 2 1T 1) — J2 3K
SR, N BERISNRELL B, AELRIAER . (R
TR R T A6 25 FF 55 05 T R P AR, A
M BER B E— N E R, WA MR .

fitg AR &2 R R B . H AT E 7E 2 R EY
WEW T RE SR E B MM, W DEXT,
NEF1, EFD. NPU %3, SRy, Wb TFHady 164 e
KB LG AR IR AT, A W fal 78 43 F 7K
- PR AR BE (1) -5 OB R o AR B

EAESR, —SeiFsE kI, PC & H1EEMEE L
Ffh A HEEE/EH. KR OsUCL23 5 Os-
miR528 W EAE R, s 2k &y
AR ANTUAN, DT 55 264 P4 BE A B Y (8] 5
Bt 2 ) . A, OsUCLS L 7E Vi 42 /K F8 o 1
R EERE PR EEEM, Eitd P, Os-
miR408 ] i i itk OsUCLS, & et ik il i
P Cu B E R, e Ut s E A N R
B, AR E KR A RCR R R [H A
% OsmiR408 ()4l i, OsUCLS8 1) T ¥ & ik th &
BT A6 Ry R JEL B RN B A R B, T 5 AR A A
B 2 R AE R B A I, R 20 5 K R A R
R BRI, FRT M AR PC EH S HABE AIE
Ky RE R B IR (G Sm  H BER
22 S5EMYKHEHOERITE

YLK ( Casparian strip, CS) &4 ¥ # N

1) A IR B e R AT 5 (RLTRL 3= 244R )5 ( http://www.plantscience.cn ) ZEF AWM SC &,
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( \{ 5SAG14 .
) PIF3/4/5 miR408
AtPCY EAAAE [ ]_1[ T ] S g
PCY-SAG144Z &) )
AR 15O N o
AtUCC1 N AL L X 3
AtUCC2 fRA LA ATREVIR
AtUC5/6 FUESIN PP A LB T A T ANAEAET
AtSC3 YAt & IR R
1 2 0smiR408
[ 0sUCL23 il ‘ P AL SR ] TR I
Y 4 N
% 0OsmiR408
il P Cu, MRS PO | g L
OsUCL8 ey P KR
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Fig. 5 Functions, mechanisms, and phenotypes of plant PC protein genes
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Shk, FLETITIRR R R 2 YA R 2 R Y
JEiz i, AT RRIE AR X 7K 0 R I B4 7 880 AL R
B, MA, CS AT RN, 2
SNRAEYRRZAL, I, CS fE YRR
. &JE. TREEEYh SR R A EE
PERYS S, ARk, £ 5% CSIEMMEA
PeBESE A, G BENEUE ESBT RN
B 2o AR R YR A BE A U G ST MYB36., 45 5%
PEE T N B2 JZ A I RE (A LG A SR & 1 CASP., fig
% B HAR 22 75 43 RS I 30 2o W R fk GSKB ki 1y
MYB36 i ¥ 1Y 52 14 # 4 if SCHENGEN1/SGN1
AR AW IR S (S S CS I R Y
DIt FfE RIS, KA B T3 — 24878 CS 7EHEY)
IVBOE Ja st 7/} SEL Ay 0L (2L

AR K, W IT PCE H KK 5
Uclacyanin (UCC) 7edlIAIE s &4 HZAEH] .
UCC1 1 UCC2 Efi T CS, {H 5 HAth CS Efitk
FHARLEL, SEHET CS AH L X (K5, IR 2).
UCC1 1 UCC2 ik [H Ty R dik 2% 4 $UL g It 28 A8 4%
HART N B2 CS At KA R R TR Z 2 T 5%
w4, {H H R I UCC 2R 1020 i 5 o7 i P R
FLRZ AR T R DU B ML v RS AE . Besh, AR

W RS Z 18] CS WY K BUAL e 15 77 78 25 R
T
23 SE5ERFENEYTREEZTRE
HEEAT R EBENERGE— B, AU
M —AE AR, EEEEEY RN £
Flge oMk, AR 7 B R o R R i
MR R 2 W R ILEER . ZHL0H R R
— A e R AR, EAECR, O B S A G
FE[X ( Senescence-associated gene, SAG) ()
A, AR 5T X 4 38 3 R B85 ol 4 22 b PR R 3
R Rl A T R BIAIRE,
AWFGEIESE, A T 20 A P B ) o A DG R
SAG14 #il PC 2 H & )% 51 PCY Al B.AE, 4l
PCY- SAG14 E &1k, ZE G IRMIY 2 K
BE RN SELMSE (K5, MER2) ., B
KT, R Wb FE A BAE F H T PIF3/4/5
i miR408 HyFik, itk miR408 fiH¥:E ) PCY-
SAG14 & A AT LIfErt Fr 4 N FRL 2, dE 5]
B R E SRR, (A PCY-SAG14 & &1k
SR ST I Y A AL RS B R, i —
SR S5 ALY TR AR B RS TR R
g BN Z A C R, AT RE R TR A B A
A TR A 20 1,
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AP E RFEEE . IR K. %
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T IEN AR I, #E T — RN E A2 H N
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KR LA RO A T e R o A PC A
ERIESE A, EAFEHEAEY N SR BB
SEALTEYE, [RIEE, ] A S 5 R Y Lok ik i 4%
R AL b sE, XTRE AR = AR R, i
Ly O - M O A BT SR, AE RSB R,
Hpiant, PCEMAWRESET S5 B ik MmiH
A AR, A B SRR A .
TR WHEE T, PC A A W] g i I8 1 7K 4338 i
B 1A Rk R G R B K oA TR R R Y
E[aER 7)) SN TiTpvib 1 WK /) ISR DS S ]
SRy 336 it A PR T B s A% TR AL AR

R4 (Oy) M TFHBRMEIRES, A&
JE R 0 A0 B ) A BEORAS o O S HAE M Rk g
K% i I 7= A ) 15 1 48 ( Reactive oxygen species,
ROS ) 4 1 i 42 7 40 Jfd it A% L 2% A S Ak 48 400
PG I H N P 244 30 4 PC & H gy K, H
H, AtUCS f5 Jo bl & LR RS 2 = 40/ I T X O, ikt
M5z e )1, LR RIKE, GRS R
A AL B IS BT B AL R s, A B TR
ROS, ik i i 5% 40 M 56 1 Fn ot A 8 45 5, B
AtUCS 4b, HoAtlh PC & I 4w JL P, 1 AtUC6 il
AtSC3, H FiMFIE WA =X O W32 1. PC
B T A AE A9 R 5 0T R = LR B A ) f Az
SRR TR E OBLHT 2 —0 " (E 5. Bk 2) .
3.2 BH5EWNITRRMEYITE

MY AR b &w H 2 &M LY,
W R . R AR E . B kAR, PCE
1 7T R 233 i 2 5 9 10 Bt 8 A 19 R0 R 4 R 41
Fads; WEk, Welgefetady 5 a9 5 ARy
I R AEDIRE

A 68 A= 0 e 3 ) o 1 ML o) 8 B I 3 1 A
FUEAE ., 4R RE A 25 F A e As 4k . kA=
YA B AT, DA RSO 2 2R G 1 5 ) AR L B

KRG (A aT YR R A [
FERURIRR FE B A it LA B WAl 8 35 e (5 5
28 F1 L N 4y T SR Ak, AR iR A R i —
5% .

W, TEREZEREOR I RIFEAR ( Ver-
ticillium dahliae ) iy i & /K # g ( Salicylic acid,
SA) HE5HIBCE , AR AL b 4 i 43 WA 2 11 GhENO-
DL6 () GhENODLG6 F:[H ik B, HHAEHUN i
Fofr vy i) 256 1 B = T ) SRS R, 3R B GhRENODL6
A REM IS 25 SA (55 R4 1E [ 5 AR A6 X 5 280
IR, 76 R A6 X B TR P38 i A v 4 A
P (& 5. B3 2) o (HiZBFIE RN PC 2
L RIR R SR L W6 RS HAbE 5+
SN 73 F B BEAENLIR AT 04 . Ak AT X PC 4R
F 6 IO 9 i 2 9 3k R v ) £ 55 3 I R P FH L
il 7 T R AT S O IR AR, AT R R B &
PG5S & S st 44 B IR BRI LA

4 RE

PC ERTEMEY R KEE . PUlima b . 555
SEZATT AR RN AR, HATX I
FRIE S it A T2 20 W B, % JHC D 8RR HIAIL 1 ¥
AN

PC # F 5 K i i 44 76 AN Rl AR 2 18] 1 o5t —
PR, AR THFREBCRZ E R LR SRS S)h
A E A AR AP 50, XY PC AR
AT AT A E MR GL AL r M, L — A4
U, fEHEXT PC 3 H IR AW

HHr, CHATIRER PC EHIEHMR D Xt
X[, Al AR B Rk . R g AR R A R A A
IITEOR, LUEZR PC RN MTE S RE . fildn,
FAT AT BA i 2o 5 57 41 B 20 B R B B,
NUESE T — KRS UCL JE A, I X AR 7K A8 Wi 1o
Hg R R P I REREAT T R G0, ISt
LRI XSRS AR AT S mv VR Pl B 2 e R R
B, bt PCEEHM =4E45t, LIRE PCHEHLS
R S S BEAR S B ReE

CMZIRERY % PC AL s B R 19 20
REZHEE. RESHMEIR RS, dE T
—MNEARE, HAR PCEAMIIBEI AL —.
TIRE (22 5 A REIE T PC 2R A9 40 A 5 40
LR ZREPE. A, A EEN T AT, iR 2%
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