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Plant laccases and their roles in plant growth and development
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Abstract: Laccases are phenol oxidases with copper ions, and widely present in various species such as bacteria,
fungi, insects, and plants. Laccases can act on multiple substrates, and catalyze the redox of substrates under aerobic
conditions. The plant laccase family has many members and diverse functions, mainly catalyzing the polymerization
of lignin monomers and participating in the formation of secondary cell walls, and it plays a vital role in plant
growth and development. Plant laccases and their biological functions have attracted much attention in recent years.
In this review, we detail the research progress of the plant laccases family from the aspects of the gene expression
regulation, protein structure characteristics, biochemical reaction mechanism, and biological function, thereby
providing information for further study on the plant laccase function, mechanism, and application.
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venicifera) M1t KRB 4", £—XE5H
4 NS I 2 T A, T A I A AR SO,
JTEREATEE. AE. mHY LR RSEY R P,
UniProtKB (www.uniprot.org/) HFic, 3% [ /N [&] ¥ i vp
()l B U 51 29 7 300 434S, 1026 A4
KUETAH1E, 6 258 RIETFHAZED, 16 KK
FaA%EY, KN 200~800 MNMEIERR (amino acid,

AA). LB BOM T 1 B A D BE AN T BT SN
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& (Oryza sativa)™ K31 (Gossypium)™ . VEBk (Prunus
avium)". FL (Pyrus bretschneideri)™. ##4 (Populus
trichocarpa)” . i (Citrus sinensis)'", %% (Litchi
chinensis)'" . K. (Glycine max) 1%k (Zea mays)"
ST, BRI AE K R E B
HEEWETEH . BREEOAREAR ™. &R
DUE ML RATBR AR A R L KA N e A
P& R P SRS e A A A TR ) A B AR AR
FEroe R ER ¢ BhAh, BEEIE A
PRI IR Y, SERVEMI P BT &, oK
Farea U WA YRR 1 SR, AR,
B IREE AT R Gt Hr . fEAHLER DL

ST A SIS T E R, B DI ReZ
i ORI FE R R . AR ST A B (1) S8 00 5 ik
W EEAB S AIRE. —BRAEATIRE, BLA
XA R E RERSETT TR, AR T
FRAENTAIH T RN, JF YRR )
FOIREIIRNGT TR N AR LR 2%, A&
VED = il 1) o B A it SR

1 EYIREBERRIE

AR R SR R R B PR E R
B, HIhRE LA, Fk, MWEREERR
A, BTOLT MR AE A 2 I LG R,
38 AS (7] A 400 T A et B A [ AL 470 92 8 1) R B 55
6 T MR 40 200194 T T e 0 5 B9F 70 A0 0 92 I 1) o
fE. Liu 26 "R H 10 S99 Fh it 239 A B0 1
R[EMRTIMET KRAKEW, HKK A =SHEY
HIREE > N T DAFRIAL, AR R 7Y+
BRI RIVRPE YR . S5 R, TEMRA LT
— AR 4 S E 6 PpLACs, RS T HA A
[FIRE DR IR K BRI 2 0l 2 oh, X W RE R IR &
5 S IR A 0 T SR AR RS (BT D). X
JR 46 B4 T R ) JC AR B /G (Amborella trichopoda
LAC, AtrLAC) 23 #T R, 12 /> AtrLACs 43 il £ A
[F ) 6 AN, Hoep 6 > ArLACs fE41 1, 2 ANE
2, #3~5 R4 7% 14 AuLAC, W WLERT
YR Y BB AL, BRSO B T BOR
R, T4, FE5 2 R4 T AtLACA F
AtLACT PE SRR A R R & e 2 U, HE
T 173 Ja8 2% 2H v A A PSR D D R I T et B
FAhThEE, A AS [FZH 50 18] R ER I 1) Th e 2 5 H
A 3 0] 1 22 S5 BB P A 7

2 ERBEENRERE

X R ERG B R BT R AT A, ART
ARV i IR R0 A L I Rk TR . AR R T
R (AtLACs) ZZ B R, ) FH AR 28 TR0 ) 32l
PlantCARE (bioinformatics.psb.ugent.be/webtools/
plantcare/html/) F1 NEW PLACE (www.dna.affrc.
20.jp/PLACE/?action=newplace) X} AtLACs it if % i
T B39 2 000 bp FIFHIHEAT 0T, AR (R 1) K
W, IR T A AR A ) R AR oo
TATA-box. CG-box %54k, ILAF1EH VF 2 AN PR IR
AL AE O B AR F oA, o B R A R S
1) MYB. i 5 it 7% B2 ¥ ABRE. T 0t 48 4k 1)
TCT-motif, M 5 i f 32 46 Y] TGACG-motif LA % i
J% 45 A5 4k, f\) CURECORECR £54%, — LLfiff 5% iR,
LACs & PR m] n 3 PR 55 iy 36 117 K A2 3238 7K 7 1) 2
BN AE KR E . MYB & — DR ARE .
DhRe Z R & A IR ST PSS & MYB 45038 1) % 5% [
THWR, WY R2R3-MYB KPR 5 iR fE /A K
R VA e S AR )BT A A 2 R R 4 D 4 o
SBEAER Y WEICIER, PARGFT AMYBS58/63 Al
it 45 & AtLACY JA B 1 i MYB i =0 AE A oo
TR AtLACY 3RIE,  MTT i 3F 27 4 B 5 B AR i
B RN EE T R P

WAL, AEA) R [ i 52 2% 9 2 s S5 A AL )
P42 . miRNA & — KK ELE 20~24 nt [ 555 R 9w
B/ RNA (microRNA), AJ i i B4 A #E 2
BRI 7 2, Ok B O TR AT U0 R B |, DAk F
)R P, RESRE, MY miR397%,
miR408™* J& miR857 &5 ¥4y mJ HIE [ra) £ 477 4 Tl 32 (A1 (1)
mRNA, % H 5% f5 KT 7. #1u0, Jones-
Rhoades 45 ' FI|F] 5’RACE SZEAIFH] 7 #LE5 7+ miR397
A BE A AILAC2. AtLAC4. AtLACI7. TE4Fd 7% i
2k miR397 AJ g # FAAIK AILAC2. AtLAC4. AtLACI7
ik 8 DL AR &= & &, 3 — Pk st I
miR397 X AILAC [f) % 3% f5 P AE A P75 S0
2 358 W E I miR397 Fak b, 1 Houp B )
K LACIl. LAC4. LACI7 {1 %% K P M) — 52 72 &
—F_‘Lﬁ [29]o

ZE FRTR, MBI R BT EARAE 2 P
Rl &5 B s, EUE SEHE S AT MYB S0 1936
43 R AT DA S AR R B (1) 2R 0K, 1T miRNA I ]
Xof H A SR Ja KT AT VR A o (B A9 8 R A R AR
%, MR TN, TEAEPa N 3 s 5% )
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At, Arabidopsis thaliana; Atr, Amborella trichopoda; Gm, Glycine max; Os, Oryza sativa; Pp, P. patens; Rc, Ricinus

communis; Sb, Sorghum bicolor; Ta, Triticum aestivum; Vv, Vitis vinifera; Zm, Zea mays

Bl EF10MEYR239NREEE B NRZNEYIBEARENRGL BN

PP BT R 73R ik b R BUATIESE
3 EYIRERERLH

3.1 —REEH

TR g FP) AR R ORI R R e, AE— 5
b B AL RRFAE B A [ SR B A A B e
B9 EERBOR, B ENER IR I R R e
B b BA— e RS, i Wang 25 Y 354
FE IR RN T Rl 1) R TR ) L X 3 A B

] B8 - 45 G AL R AL B R BRAE A R b TR AE R R
5P B 10 MHZRR . 1 AR 1 ANME %)
A EER . REARECR N AR, FEMIEAE R
AR RS

TRl — sk — ek 500~600 4 AA ZHRE >,
BA =R 2 45 #3807 41 (plastocyanin-
like, PCL), R 2545 & FOM B4R 55 5 (cupredoxin-
like) &R P, ik = AN GE A I th 2 VAl B (3 AR AE
ZEMI, 434 PCL-1. PCL-2, PCL-3 #&7 ( [ 2a).
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1 WU REE RS FIRAER T

2 FR ABRE CG-box TCT-motif TGACG-motif MYB CURECORECR
AtLACI 4 4 1 1 5 7
AtLAC2 3 3 3 2 1 4
AtLAC3 1 2 0 1 1 6
AtLAC4 0 0 2 0 5 7
AtLACS 2 1 0 0 3 3
AtLAC6 3 4 2 2 3 1
AtLAC7 6 4 0 1 2 5
AtLACS 2 3 2 0 5 3
AtLACY9 2 2 0 3 5 3
AtLACI0 3 4 0 3 5 2
AtLACII 3 3 1 0 4 4
AtLACI2 1 1 2 0 3 1
AtLACI3 1 2 3 6 2 1
AtLAC14 1 1 1 0 4 0
AtLACIS5 5 4 2 2 2 2
AtLACI6 2 3 1 1 5 2
AtLAC17 10 5 4 1 1 9

a

ON sp PCL-1 PCL-2 W  PCL-3
an b
His 127
€ N His523
7N
Cys 522 His4so  His84 \ H,0
\C‘%,/ 28 C‘u
Leus32™ presp;  His 129 / . / S
“Cu
His 464 His 521
T1 T3 T2
d e

a: FAVIRMGE A —HEMBESP, S5k PCL, FifA#E#): b: AtLACAZE I TRII3DZ: 17 & [l (www.alphafold.ebi.ac.uk/
entry/O81081) ; c: AtLACATEE O B 745 ) (202 H Wang®5PY) s d: JREE— ML HLEED ) e BERALEYRILEY)
RA T e LI,

E2 REEBEE R ELHIEED

1) FH A 15 45 44 90U X 355 UniProt (www.uniprot.org/) AN AA, IXHAGER I (68— IR AEAE 10 > AA [1]E]
XTUEEIT KRG Bk REAE s WA FRIXIE s PCL-3 KE4) 135 1~ AA, PCL-3 5 PCL-2
() — REER AT TN, KX LEFE A R m B ORSIR AR SRR A A BT 2200 . A, K2 HE Y
Ao PCL-1 K JF 45 120 > AA, PCL-2 K JE 4155 B N#SSH —AME S0k (K 2a 1), Xz
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T BB AL T A RE, AR R AR
A BN WA DB REEAS S (S (B 22
1), 41 OsLAC11/16 #1 OSLAC16. BnaLAC20. ZmLAC-
15-3/25-0 %, Ef1dEE AT RefE N = 58 IR R
SN o
32 SR

EA T R A B AR S B — S TR R o
WBE. BITE. THNE S s, BRI
R PR L — AR Bl DU AR R T s B, DL
L B I+ AtLAC4 Sy fi, 8 it alphafold P 3 (www.
alphafold.ebi.ac.uk/) AJ 3k B = 4 45 k) T 0 A5 74,
LB 2b, fEHYDEREE S 5> T & AE 60~130 kDa, H. &
FERERE AL (22%~45%) Bl (B B8, BER AR
AR T BB MR M, A AN [R] ok U5 342 il
EASTEAERKER, HIRA TR EEYR
KRR AT AR REM EEE N 2 —. B4,
e JEE PR Lk R B 0T X R 0 S I A A 1 T
H T, Xie 25 B9l il 73 96 R & ZmLAC3, JERI A
EndoH i 25 ZmLAC3 I ff#f %, 0t ZmLAC3
) S A A A e (R B FE R R 45 W B B R %0
ghy, BIEA RIS T 5T B ER 3 A
MAVE A58, JE5 4 AN B 73 O B s 1t
Hl o 4 B I T PO A R R R R AR SR Th B
MIEEG . WIGEAIE A il RS54
fiE, AT LUK 4 AN B 740 3 AR ¢ 1 A al i A
B (T1)s 10 B & B4 (T2). T ZY SR G 1 X%
TR (T3). B 2¢ /&5 2% Wang %5 PY {5 V544
LG IF AtLACA 3% P b0 A B T 45 M s B Bl T
HEH VAT, NIRRT R s 324k, %40
BT5 Cys Z Al {364 i A7 48 7E 610 nm Kb A5 45 57
PE B RIS (ARPE I ). T2 &A1 M 1
NNRE P IR B R TS24, 2R T AR e, B
T ORI TR, T3 BF 2 M4
T (4398 T3a. T3b), 5 REE I 0L T 524K,
B — AN R RRIE T 2 AN T 24 TR 1, S 30 7 IR
WEFLHR AL RIS 2%, FHAE 330 nm AbA — A9 B4 5
W B, — % T1 F O A X ST, 5 Cys. Met
f)'S J 2 /> His 1) N BCAL, T8 R il i) DY T 44
ghfy, PEES T2-T3 W0 K2y 1.3 nm. T2 F1 T3 2L
Y55 His % $2 #4 it — #% # /% (trinuclear coppercenter,
TNC)>,

4 EWRBOECHIELEEF MR
TR R B AR AL AN R R JER A A S LIS R 2 A

FIFIHLEL . X & & i 7 IR (R moE . 05 & %
S AT RIS, — A R R R AT

02 + 4e” + 4H+ W ZHZO

VR T A A0 SR S B G — R AR - (1) K
YIRPER « M T1 B 5RMES, KYHE 44
P S TL 1 Cu b (2) B-FIERE 145328 -
TR G, Rl Cu-Cys-His FIE12 1%
6 45 TNC 5 (3) & 4¢ + X g (1) 38 Ji . /£ TNC
T3(a) BRI T, BEH-RBES T2, &5 T3(b)
I T1 A T3 Z [8] {1 Cys-His 12K O, i IR, I
7 T2 AR 2 K4y 7 BH 58I 2d), AR A
VBRI S5 PR AE AT LAAREIN, A AR T A A0 TR IR
LA X AT AL SE T R B R, AR A AR
H,0.

TR DB ()05 v (R HoAth Bl —#F, TEREAT L
IR 2252 BB pHL SFHLS (PD) 5HI5EM . 1Y)
ARBEE A pH — 8 5~7, PLAY 5.0~9.6 B, Hf#
TR B @ pH AR S5 FRYIA 5. thabh, 4
BRI (R L TS A0 1) o 8 B A 4K R R IR Bk T 2
AR IE SR R, T AR ) AL E i R A
AR, A RS T 35—
(%1043 V)22, AL EYTE EA IR, MR
X EAR . — BT, SAAHBITAR X =M )
SER R RE S W B T AL, 2. TR
RIS Je HATEY W KRB A
FHTFERESERE R, XeE R
€, HEMIR A — RAVAERGE RN, EH. R,
Tl - HIEMTRL MR IR ML, SEURY
RO AR A [FRE 2 AN B )
SRy (JG ) Kb R AR, TR E
rt, A L R4 C-C B, C-0 B, 0-0
R R R =Rk, TR 2Rk (E 2e).

TX 52 7 B VAR AR T A A T 3R R A B
s, s m AR AE KRS, DL E
WA RERRT Y, 0 ALACA. ALLACLT
LB HRFRBAMES Y, 1 ALLAC2 H1Z 5K
JREMRREMER Y R Xie & PR3 R I T
ZmLAC3 X 3T T RERFA MR ) &5 A B, (XAl
VBRI ) B R AAE B 5 SR F 7 Rt AR SR A
FriBAIRN, XTEREE AT R A KR B 15
TFHUHIFRIEATE 53
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5 EVIRESEEME KL BEPHNEYFINGE

5.1 EYREEREKINEE

FHECT W Z VR AR T 2 S5 T
(FIZhRE U, AT A B 0 T RE IR FE R R BR -
HATAK, YRR E RS 5RKERN GRS,
R =R BB R &) (WA SR A
FAREFI T T ) SEE TR, UUAR T & P20 4 i
W, R T4 BUPIREREA L1, kA
O A SROBS AT B P VKA A B v T, A B
HEHAMEL, BG4 RERIU . BrEk
FHCAE AN S A R AE R DK AR B
KT T Rk, TR 40 I AR 2 oy K45
e EEEH . bRk 4, TR IE AT L
Xy R AR R A A D S AT IR A, AR R
M RAEY B B EANG R E SR A, EatE
WEKEE 1,
5.2 TEYIRESXTHHREEE L B RSN

R il 0 3 Y A5 R 5 2R A BT B M 4 R B (1) R
H. EPETIT, AtLAC2. AtLAC4. AtLACI17 #
WNS5RARR RN ARG RS, DLEHEYI K
REREEAOER ", ST lacl7 Ak
KRR EWE TR, HEEK SofLAC 1£ AtLACI7
Ja BT NRIER, WK E IR IT lacl 7 TRAZHER)
RFEEMEE P TRk AtLACY AL AT G 40,5
AR RS R, E2FEOERNE., EERE /N
AN JBE H A AR A BV 5 (HAERLRIE ALAC2 P
T, RRERSEENHERED, EYHIERIE .
AN, RKARAE SR A W2 MR I lac2 R
TR FIRK 5B AR B 257 ", Berthet & V1 %
LA I lacd/17 KGR AL AR R AR A 32 206 HE ) 2% A
R E R EBRAR, KRN EE BE B AR, T B AR
PR R A A2 B R R B AR A . XY HURE T lacd/11/17
SRR RAEAMRA I R B, FEARK R SR TR, H
HIA KR IRERRE RS RE SN
G, AR IR 5% 4% A 2 IR Th BB AR AU Bk
BIEETUA, 2R MR IR 18 A B R
R AS . Ak, (ERLEE T A R R R Ik PpLacI®
A MsLACI™ v LKA R &, b3 k4
YAuBEERE . Qin 25 PV B RUEIL, M il RIE
PtoLACI4 i@ LS E A ABETE L G AT 2% LA,
WA RE SR, MRS . Xie %5 P it
NS 5 AR T ZmLAC3 X IF 1 Bk
PEMSE A R TRatang. & RIS R R HE 23

fig ] d I A IR G ORI T ORI 3R, B S e
VIEREEX R AR A N EUCR & B AR R, (B2
HARBLR AT IR 11— IR TT
5.3 1EYIREGXTELECH R, AL RS20

R8I 5206 A S5 2R () A BT R e L ER AT 1R R
Bo LR N B = 40 ] A= 4 B B 21 5 AR AR 2
MUARE R — Ny, TEREPIR 2R N R 2 4 ) A= K
RETDEAREXEH . Zhuang 25 "9 (055 %
B, AtLAC3 RJGTEN K2 h RIAF R, BE)S
P A P Bk R B AR R R A WS
o Jf BE 2 TR) R ST, FEXS RS R AT U, B
KR ZE G EY K, AtLAC3 3% HE 3 @b 4 1
L XSRS, fe& AtLAC3 AL TSR R
RN f 38 AL 1. {H Rojas-Murcia 2 B (1} 7t 45
RIEIR, WHZS 5 R 9 MU T3
LK (lac1/3/5/7/8/9/12/13/16) FE48 J& 1 B ) R AL Ak
HIRARYL AT T I 2 B, S A2 75 4
5 Pt SE AL B B AT S T ILIRAT TR, R AR
BEE A KEGEHEERN BEMBLS . Zhao 2 " I 7T
WR I, R Atlacd/11/17 =R 58738 3 5 Wi #1348
IA TR 2 DTN, (B2 YL IR D) RE.
PUIXAE I 22 S5 B, T RS Bl TR A g AT A
WAIBEAEA R R AR ARSI A —En
HAMEH, T DR EA, (EFRHE—2H
SIS UEE DA R P R = 4 i ) ) A 2 B 5 B IR A
TE IR o
54 TEYIREEXEYIEAL BN

W R, ERHEU R I, Bl
HHHRE . i RIE ALLAC2 (3RS TR IT A6 1 8]
R, TP AL B Atlacs FARUR Al R
G KRR BARMORTR G R, I 5 138
7 N BT 5 Atlac8 53 7% Uk R BR H B R AE MY
Atlac4/11/17 = F AR TG I ik AL 25 A JT 22
L5 HAN, RARK Atlacl5 (FRFRAE 110) 1)
Fhr Bt 2B Gk B U, R IE
Pl Rz R, X AR BRI RE 2 B TR AR = A R
o B SRR B BFFE KB, PtLAC3. BnTTI0
N ZmLAC3 53 MAE AR BB SE A oK R
8 AN Iy 24 B2 3 WA Ak S P i 1 0 IR
ERH, ALACI2 0] e BIEREAR 256 2 8] 153
P 9, fE R BAARHLEE A . i 2RI miR408 f#
AtLACI3 ZRIEKE NG, FEREFRER I T
FEAE RN A A B G NS K RS 221k, A
EAF T RN s T RIE ALACT3 kR
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HEL T MR B,

R O 5 A T 2R IR B R KR R i
PR . Zhang %5 U IR FE R L, AR KRS ik R A
OsLAC KRG R IMBACECEA TR, D HdE A
DRI AR 8 72 2 R BKFRL,  (EDRFRL K/ N 2 B BN T
Bp AR, AR K A b A BRI B R B
W R, RIE OsLACI3 & Sl E ik
S, 5 T S 4 AT it A A ) B R e B
PE, (HRMESS R E AR, M= AE /N A HETE T
BOCRIAEAE SR RMER, FEEFTHER D,
S g s 9, Zhong 25 1 /KRS (B 7Tt R BN,
M OsLACI4 FRIE AT T . Z ALK, FF
or B B AN BE R N, ZE A0 o 48 e A 2 i K B
BAK, TN . Peng 25 7 (i A I IR AIF S
T LACs fEKFEFFRLR & AR EE R HEER .
AT UL, R AT AR TE AR R R AR I R
. HERSE M. BN FPRKNISE SE RS
Tl 7= BT BRAH 6 (R FE P AR B R, AT XA
YIr= e LR R

FERRAE, BB S HRIEAT e R B,
HiAE GhLACI W335 Re i (i 1 i 48 Hh 38 Bz 40 e 431k
NP4, (ERAAEMKER, nTeeem T
BRAN LT Ak 40 0 b o T R AN S AR Bk 2 a1
EEMRLKEN R, A% PPLACI Z 5 A4
M BEFROR R R AR 8, i 2 A 40 A A S R
FIRIR A Y PR, RS 5
A 1) 58 A3 i 1 SR e s MY, T L, TR
B FRIE AR TR E R m .

ZE L RTIR, [ R AN R BRI A R BN ]
A2 KU 1) ) o 32 il o R 0 1 2 5 A K R FEAS TR 1)
YEF, Sematayp = ErmaE. B E g
BEAERE ) TR R DhRe SOE RS, JEG R4 R
X AN = A B R B HE FAEH

6 REERE

FELD A e T AR A S A R,
JRADHEAT SEACRT T AL B 1A% 3, 7 AR R E
5, AEMERIR R L — R E e N, 251
AN AE KR B MR AT R E A R
MG EH 7, (HEE B R R, BATA
AR R 5 R ST DR ST B R S B A, R FEARALL
fThEE. H a4 B MYB % 5 8 7 5% 138 4
B 2 LA J2 miRNA (miR397. miR408 % miR857 &5 )
A DATE e 53 /K1 AN 53¢ 5 7K T Lo AL AR g 1 i

HER VR LRI DR B 7 2 SR,
FEAT R % HL AW E P ABA SR017E, HIKTF
TV FEVRN . AP 91— 4 O 4 22
U1, KA RN & 5 S IR A, R
PR A TR AR A, AT S 5K
AR, AR A 5 5 LR (0 R
AR ERATII. SRR 2 (5 5 Ik,
11 OsLAC11/16 A1 OsLAC16. BnalLAC20. ZmLAC-15-3/
25-0 5, IKIE R RSP 5 5 Heft AR,
HIXEER SRR A (R P 0, (VK %, 3
e MRS 5L.

LT, 040 2 2 L JARA T 36 AR
& RE MR AL IR, Sk 5
SIARSHA S AR S, N6
B O TR KR E . T
SRR AR Z I, HE 5 — s AATHIRL
TR A IR L, T A A Thie
Hh RN REAOTE SRR ¢ B LA
S LA (5 SRR SR 2, AR R
R SUAE P

FYIARRBIE S SRRSO, B
RIS AN A ™, S () 7,
B 2T, A A B
ST A R
WL R KR 0 R R T A
PR LIRS I ) R A B T O L O
HAR T A, 05 KRR T B
SEIT AR RO AL AT D
B R0 R 5 5 B O A 0 £ P LT K
SR TEIE 0, P PR Y 55 i
8%

FUEE FI AT CLS 2 VP22 DR AR, 5 3
T SRR T 3R RN 1 B AL T e
VI T ARTTRHHADRR R R LR (R
BUES VAT B 2 TR AMOTF ST, BN B
WIERBE T, K R L B 0B i
B

(E £ X #
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