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Abstract

way. Proanthocyanidins have important biological functions. They act as the defense means of biotic and abiotic

Proanthocyanidins are a class of polyphenolic compounds produced through the flavonoid path-

stresses, but also affect the plant appearance, flavor and quality. Therefore, the biosynthesis of proanthocyanidins
has always been the research hotspot in crop trait improvement. This article reviews the latest progress in the re-
search of proanthocyanidins biosynthesis on the basis of model plant Arabidopsis thaliana, then discusse the appli-
cation prospects with main limiting factors of proanthocyanidins genetic engineering, aiming to provide a reference
for further research and application of proanthocyanidins.
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Fig.1 Four diastereoisomers of catechin (modified from reference [8])
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NI, MR -3-l . 1R TKE B, BASF
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LRI, AR R R, B NATIFIBAY,
BRPAH i C4-C8Ek C4-Co L i 72, iK% 454
ZB1. B2. B3flIB4, BRPA R AH Y 1 3= EPAJS Y,
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SR D 35 PR R R A8 2 T EPA B 3R [ i = Bl D, T
S R B VR A b B €A SR AR B A1 XL RS
F¥— R ¥ 3% B Ff [ (transparent testa, #7)F1Ek = H. 7
FF(tannin deficient seed, tds)ZE AR FIHTF FEAL 3#3E T
XPAEYI G BRI TR, HATEME I
LA B I3ANPAEY & g fy B[R], Horp 7 A R ]
g 45 K8 1 (AtCHS. AtCHI. AtF3H. AtF3’H.
AtDFR. AtANSHIAtANR). 673 [K] 4 5 54 iz F 28
A F S E F(ATMATEL. AtGST26. AtAHAL0. At-
GFS9. AtUGTS8OBIFIAtLACIS). HREMEY
1 HAAPALEY) & B 7L o5 — B E AR AAE Y, H A
AN TF A 2K 5 H-3°,5° -2 AL (lavonoid-3°5°-
hydroxylase, F3'5 H)A Tt . 4E # 2 i& )i B (leucoan-
thocyanin reductase, LAR)JE[K . H BIPA R A 35 JrE-3-
B AR kAT A FE AR, (HPARSIZ . AL
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UiE BV PANY 7 1M 3 AR V0 S P 2% SC R AR M ilg, RILAR
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R1 FETTPAEYIE IR X EE
Table 1 PA biosynthesis related structural genes of Arabidopsis thaliana

R B K] g L
Mutant Locus Gene product
1t4 AT5G13930 AtCHS

15 AT3G55120 AtCHI

16 AT3G51240 AtF3H

17 AT5G07990 AtF3’H

13 AT5G42800 AtDFR
1t11/1t17/tt18/tds4 AT4G22880 AtLDOX/AtANS
ban (banyuls) AT1G61720 AtANR
1t12/tds3 AT3G59030 AtMATEL1
1t14/1t19 AT5G17220 AtGST26
1t13/AHA10/tds5 AT1G17260 AtAHA10

19 AT3G28430 AtGFS9

115 AT1G43620 AtUGTS80BI
110 AT5G48100 AtLACIS

ductase, ANR)Z 5 [fJANRI% 72 (&2), LARFIANRI&
I R I N PALE W) & OB 0T 5 1 FLRE AT
TE G RHMEY R L i v, SEE AR 2 T
F—MRIALARE H, I H153 B DuLARFER !, B
SRAEA B I v 1 R R ILARKE [, (H 48, g Frans 38
R T KB ILARRNIANS ) 3L [7] J& ¥ G (4%
B2, AT CAILEE TR ans A8 R e 1 822 & 4% F AR 36AIE
LARIHfE I SEE RIS, LART] LUK AE T R4k
H(+)-C, 1X T AE R A1 27 S50 15 250 uEM . S8
1M, 7E2H R RIBLAR BE FE A 72 R T A
5] IR, B LARTEM Y SEPR D e 22 7o FEA
[FFILARKE RIS RIB BB H, L EF R (H-C
MIPAK & W) & B FF K, PAH /K()-ECE(-)-CHI &
AR ZEEM, LT KREWR LA FE N L
LR FEREES, RILFEREFBJL R R D
KEFARELARSZ S RI)L R R ESILE R
R A= 0 A B TR RS, (0)-C B i PR AIG P E 2
ANS(LDOX)HIME H, RAA W FER B, (+)-ChT LA
ANS(LDOX)# {5 =2, PAREM & &)
B AR DA S (—)-ECHS in vl e /2 P ALARE A 2 fi4p-
(S-2F ez Bk 2% )- R )L &= A (-)-ECIRRE /1. 2016
FELIUSER L, LARRE 22 i 4B-(S-21: ot 22 I 5% )-3%
LR, FE()-ECHIBIN, BILARAE & i 25 B AL fif
BT AR AB-(S-2F B 2 I Ak )- 2 L 7% 3ROk 5 i PA SR
HFIZE . AB-(S-F- BB 3L )-R LR R B T (-
LR RRIER THEW, HoREHATEE, nlaeisd
g AR E T . (0)-C & B IG I ml se 2 17

TERAL T AB-(S-F M E I J5)-R LR RO LA &
BIE S T4 AY

W TN SUEERLE TF i Je KL T ANRIEAZ, 40
A ST ANREERIZE D R 3R, miB il =05, fe
e =4 ()-Cy (H)-ECAI(+)-EC = Fl 3744
P2 () 3 He-3-BE ). 2 ANR (19 31 22 P24 2 (+) -
ECLA K (—)-C, 1 5 i UL 400 B 7+ FH 9 22 15 75 I ANR
it (1) 1 A (O)-ECPY, (B A, LART %58
B J5E-3-I 2 I B UV E FITHPLC AR B3 1 (8] 5 ]
FRUEHPLC I B S AR AE S iR AT LRSI, 7T 4 &5
i A s R AR (R ) LA R A LA ), HARRIX
IR . PRI, = S AR E A1 5E AT RE & ANRF=Y)
FRE S M2 N B Al £ 2R R 2 —11, ANRELF 2
] S A S M, B A T R IR (O)-EC, AR
J& AT LA ik AR B 22 r) S A AL — D A R AR
[FI(+)-ECH(-)-C*. ANRKAE T F{ALIE SR BT b -3-
i 1) 52 S 75 P SNADPHAZ A P A 5 71— /NH,0
Pt —N T . ANRES B SGMEAAE T 2R 2E iiflav-en-
ol [E] 1A, 4R J5 ANRPR {4 1b.flav-en-ol F [H] 44 A= 1% 3%
Jot-3- T B T BE-3- I ik OE B 7 (E2), 2 5PAJE SR
s BA R, 25 EaT BLUR I, LARFIANREG B
BIRYZ R B P s e, R SRAEIX
PG (%) Th e V) JEC T 7238 28 (0 ity b, mT DLIE e B A
AR T B AR P o R R A ) -3

W E-3-BE R IE B TAEPAR &t fE b il ok
HEE R, (H A2 Y AR E R, S LR )
R A B SRS 2 BT OC T R - 3- B K I R T
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Fig.2 The diagram of biosynthesis of PA precursors (modified from references [18,27])
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MIPATRAZAR ST« AL ZARIC MR 0 B S5 455
JEA B T BbE-3-BE AR IE B T AR AR T R4
Wi, 3555 T HEYIPANAEYI G . ()-RILERD
IEETRANRE R G5 R I8 J5 N (-)-R LA R E(H)-
JLA = R B R LAY, (- ILA Rk
1E 8 7] DB NPASE A s, thm] L7E Fopth o
A EIAELE RIS OL T T B e -3- B 88540, tn4p-
(S-F R W 2L )-R ) LA R, LARNBEKG4B-(S-F- Bt
AMEHL)-R ) LR R NER IR,

22 BEHBFRBIAEHER

22.1 REFEZMARBREZLAMSH B
W BAE se B AR 5l AR R R AR, BEE-3-
M (RIBIA 2 A0 AR 2 Hh 28 3 -3 -2 AL i (lavonoid-3°-
hydroxylase, F3’'H)E(F3°5"Hik &, 18 T L A% 0
K, F3 HZ 5 R E RBI3 AR R [ M,
F3’'5’HZ 5 56T KB 35" A 340 S it AR
PRI A, PATT LLAY AN R R 2, 5
W RRERHEEAY 4-—REBR[(H-ILE R

M/E(-)-FRILF R B ITE R IT, JRRZEERAA
4R R (+)-FT K ) LA R A/ (-)- R BT KL A =
FIGE TG, 5 R R R 3,405 - R A
K- T ILRREA/E(-REE T ILRRE
BTGP, PAR ¥R A0 RS 2 52 M . A A 2 0 1 R
FURRY, R4 /AR W R S B AR AT g
ST RS R AT 4t PR AN (SR A i B 5L AL, PR
FEA AT 4E T PAE B £9790.06 mg/g, J KR 5
JRR G5 R & BARIE, AR AR LT 4Eh PA & Sl
0.51 mg/g, i KMEE K 5 7 R 459 3 & A X e 3l
9P X m R I B PR TR M R SR A
FISRAAELA, W] LA R R ORI 27 4 (035

222 RAAFFAMREETBAMMS  HRIEC3
AR B E TEEM, ILRRAT L N LRR
MEAERR & LA 2. 19834F, SAOP R A [F] f7 2= 7~
PRERARUE T % & TR SIEMR AL LA 1R A
B A AL ) LA 3R - 20054FCROSSEFPHE H,
1-O%¢ & F WER # 1 (1-O-galloyl-B-D-glucose, BG)
FER B T I A R b BE R B 324k, 2 2
P Bk, B XE TR, 20124F LIUSEET A A5 i
73 1 F) 4 A, UDP- %1 B8 % B 1 19E-1-0-B-Ti 4
B L3 #2 I (UDP-glucose:galloyl-1-O-B-D-glucosyl-
transferase, UGGT) F13& ) LA % :1-0- % & It -B- F
%] B & F Bt % 7 B (epicatechin: 1-O-galloyl-B-D-
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glucose-O-galloyltransferase, ECGT). JEYIB & T IR
AUDP-%] %) B fEUGGTHE 1) 52 BT, i 1 4 BBG,
SR JGECGTHE A BG L i ik PR 9t e 7% 2= AR R AL )L o
ZR ()-ECHI(—)-EGCHI3-Ofr F, AT A& pe B 784 )L %%
% (-)-ECGHI(-)-EGCG, kW] T BGH A M &E I it
UGGTH# J& T-UDP-¥# 2 % #% i§(UDP-glycosyltrans-
ferases, UGT)Z %, 20124, KHATER %5 P817E 7 %)
KB T =/NUGTH R VgGT1. VvgGT2R1VvgGT3,
‘B AT YRS I UDP-H 3 54 7% B v] AL BG I & il H 5
PARI AR R . R 1 BIUGTS4A 13 3 L2 fi
BT PAG B — A [ N F 5 i Al

223 RAFAMBEICEH  PITIRY, B
AL ZE B N 5 X e i R I I AT B 2% A, R
JLZE T SR PASR & WV 7E AT AR1. FER Y b b
T HUGTIZ AL, R B L A 200 T2 oL 3
FEAE PR AE KW T AR0E, 52 2 B A B Ik B 7 il
UGTT72L UM Lot ZMH 3 A0 s B A B Lo 3R
BEH, UGT72L I RRIK AR 2R 2 i £ 11 .40 i 5E
137 5 MEANRARBL, UGT72L14E B IRAR it 2235 19
TPAMIFR R, UGT72LIRAE T 4y BRAR T 922 5 18
TRILER. BILRRMETHEEPAR & 2.
FEADL R T R B 2 15 Hh D48 % — MBI I E
[ % 25 7 240 & 04k H (multidrug and toxin extru-
sion, MATE)#£1Z 55 ATT12, RESeiEiE % )L 25 &b
HHI,

2.3 [RHEREEH=FHLE

PARTARAE P Joit I8 i Jo (0 R T 5 i, 9 )5 e is &2
W AT A FIEAF) . PARBL IS AT RE W S = b
PRI RONLEEEAE D AT e H Ik-S-F 7 i
(glutathione-S-transferase, GST) /T FIfE #4512 5 (/1
FHBH,

KTEWAN Fish, FEGWMIEE: 5%
A% A S 3Ry IR B A4 Y 4% (trans-Golgi network), %
2T R FE AR I 28 BE K PARI 1 I\ 1A 52 I B 42 % 3 2
T, B 2k 18 12 AE 3 2AVIs(anthocyanin vacuolar
inclusion)H My 28 4 57 1) AR 2R, PART 4 7] DLIH 78 3
ACPs(anthocyanin-containing prevacuolars), ACPs
Wi da 2= I, I BT I R AT A 0 i o

PVCs(prevacuolar compartments)-5 AVIsf &1,

CA LR Y], B R h e ML & E 40
B R BT T, SO A A AR R B
SNARE(soluble N-ethylmaleimide-sensitive factor at-

tachment protein receptors). GTPase. #b 7t 8 . il
UG RN R AR AR B A i e
W 2 O 5] S EaEY, SR IR TTI9 S — Fh
GST, &L IF A T = FIPARR R0 7 2 (1 REY,
GSTHE % 5PATI & 45 & T L GST-PAR & ), PATI
R BETT AR GSTSS & -9, bl Sk, thrrbl 5
I Y VL B L B 1) B v B A 0B R 1 45 A BRI PA
BT A9, TT19-GFPfl & & 1 Wt 58 K B, TT19A
AASE - 240 0 5 RN A A%, 37 T VR Y, SR A
BB AR LG, 0019-1F0 76, 5 1 AT 75 1 PA 2 2D,
MV TEPAS B . TTI9FE R ik 2 S 8k
GSTLRY IPART AR R, IX LEPART R IR 25 % 5 HoAth
I TEEE, VA TEIPAM . PARTAA T it #15
E A IZERE T, MATER i & A MBLT# i & A
A e 2 5PARLIEH . $U R I TT125E R 4 % 7€ N 9w
i — P C 0} 502 B R SR DN, R B E A h e e
TT121#] [ Y5 i IMATET, TT12MIMATE1# 6% 1 56
12 SPARTIAR LA R H 2IM0a 3, BT
F IR R ) A1 FE TR R (I TT 19/GFS9AE %2 i 18 4 Al
PARG 12 1 7% DA R B30 5 VR fih & 0ok 2 v R 4 B
KT EESY . GFSOZRMATTT19 A At B #2258 8] $22 (# 4
PA G52 S8 AL, 3 T 8 I 9 7 I R SR HE VRV
KA, B ) e B R I Y. TT13/AHALO
J& TPRIH -ATPH, &MATEE [ K E/EH T &
(1), TT137% A& 1 bk v 60 J5E O H 6 B2, TT 12 B X
— MK R LA R e W0, TT1S5 Y5
UGTSBI, @A T, H priEAGETTIS dnf]
SLUPARIAR R FE, TT1SMEAL 8 BEREF 104 Rk, 7]
R A 0 T A8 A Y VL R 5 A B T R SR 5 A PAHT 44
5518 SEBLIEO, 5 R se 4k Y P, PARAAT] g
AE I ZRAR S TE AR 5 B, S8 5 Bl 15 40 a3k I SR A4 2R
IRBBAREATAE I BTk MG A TR, &R
Bl & B (chalcone synthase, CHS). RIFER4-F21L
fif#(cinnamate 4-hydroxylase, C4H)FITEH 2 A 1
(anthocyanidin synthase, ANS)¥ i i 7€ {37 7 -2 44
b, IXAE B AR B S B PA T A B ML), R
TR — PR LR R Y A0 I N AR R AT R A, BEAR
DRI B N L), B R I SR AR PR A 2
TV RSB 7 2 MR AAAE JR DT % Tm) M, S 2 FRL T A
Toh VB T ) PN B B NSRRI, X e S T I S A R
PART R AEY A il BRFE IS AR TR Z R
LRI T PAISHIAL I 5 4%
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TEINEG I AR T op, PASE AL Tl B2 T B 4
RE SR T PA A G0 e 368 3 90 6 0 5 S N P 2 Al e ie
H2: 0, B A 29, RN R H, R
T SRS, BT AIIIET, MR 2L, PARE
SRR Ok, PA AT g2 8 i B N SR 2
T AN FRAS L G 07 B RO i A Ao,
24 [RIEEREENH

BRUPAT) 5 & 15 S o1 #% Ve 1Y) 35 Joe -3 -1 A 55 He
P 35 be-3-FE A OE &5 73X A AR R G, —RREIA
N bE-3- B R PA SR & IR R BT, Bt -3-REm E &
TAENEM TR AT 8. FERIE BRI,
A [ 1) B -3 -t 6 4 o e A 8 e -3- I ik 1 B 1 4
B TR A ST RASF IIPA, thin — Rk, ()-%
I ZRIEE T E5®O-LERREAEERERER R
Bl, O)-RILHFEZKIEE T HO-RILBEZRGEK
JRREFHFEB2, (H)- LR RKRIEETS5H)-JLREE
AHEREREHEBS, (D-LBEZHRES TF5O-%
LR R REGEMIE R R #B4. SBRIPAMLL, A
RPARI R A MW B A6, AiEdER, nragdid
BRIPACHI AN T BRATUPALRS, B Fl 484k 7)1,1-
TR B A B R R ZE 4 R B1EIB2 2 AR T
RIEHRALEA2Y,

FIH AT IE, PR IT H i — S 5PAR L
EEMEERTTI0, A AR AT & i) HAb
BT e %2 7E H TAT A A8 kW, s OV] g /&
A R B A AART . TTI0W] RS fi Ab PAFT 14 75 3 0
WL B TR TR AR, SR R W s i B R TT10iE
Al RE AR L BB FIPASE RARAE N i — 25
fEALPASE I ZE K TT104 — AT 1945 5 Bkl 43

BB AMA S (8], PAE AT DLJE ik 55 58 6 sl FL A AL )i
By 3| J5R A S 18], LA BLTT 107 DUEF G (6 [ PAR 3R
W58 A AU, R T B B SRR A A R A T 1)
PAI, TT10ZRE ) ) WA Bl T g A PA IR % 3 Al
B, RFEEIRNGTH HARIERA .

3 FRRBEREVEHIREIEE
3.1 B5REEZEHIERETF

PA ) A=W E RS 1A 4 v 1 A o A AR & 12
KL, TRV BB TR REE.
B 7T U S PA G B e s TR LA WIP[C-Hify
H=AMRF AR, (4% MR (tryptophan, W) 57 5%
A I (isoleucine, 1)1 il % & (proline, P)]%% 3% X T
ZF G ITT1; MYB# 5% Rl 1 %X Jt I TT2. MYBS;
bHLH(basic helix-loop-helix)¥ s [K 7 5 % 1) TT8 .
GL3/EGL3; MADS-box# K FFIEHI TT16;
WD40(WD40 domain-containing proteins)¥% 3¢ [X ¥
FKIEHFITTG1; WRKY(WRKY domain-containing pro-
teins) % % [ F & & FITTG2FIGRAP(GRB2-related
adaptor protein)#% 5% [ 1 F ik FIKAN4(KANADI 4)
(#2).

MYB. bHLHFWD402: # H £ H £ liMBW
56 U 45 1 DIPAI A W) & Y. MYBH#; 5%
TR EMBWE & 4 4 & (1) 45 57 M A0 Bk B0 ) 2
R, 2 5 AR A% O il 0L, 5 3 Bk IMYBIR) i
K2 B R AR EPARI AE Y & Y. bHLH TG 2245 &
HIEEMYBH s K 7 [ AH BAE F 4 e R PARI &
FY, bHLH A RS iU MY B 45 & 45 S vk, 36 7T R
FER2R3-MY B M 72 410 1) 751 OB T8 kM. WD40

=2 WETTHIAEPAS RN EEERRE T

Table 2 PA synthesis related main transcription factors in Arabidopsis thaliana

B KT K HEA K [A] pe
Families Genes Locus
WIP TT1 At1g34790
MYB 7712 At5g35550
MYBS At3g13540
T8 At4g09820
bHLH GL3 At5g41315
EGL3 Atlg63650
MADS-box 1TI6 At5g23260
WD40 17G1 At5g24520
WRKY 17G2 At2g37260
GRAP KAN4 At5g42630
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)R] e e PH b A A s iR 45 R M YBER
bHLHZ: &, IRPMBWE & 1k, fEMBW =05 A &
o, WD40EE (3l 8 A7 T = J0 5 & 45 74 g o acateeen),
WD40H A 5 MBW & & AR B0UE (1) D Re, 11 A B #
Z 5 IL I A 31 1) U SRR I, PAI A
B A HTT2-TT8-TTG1E ik [IMBW & & 14 4
%, AN IMBWE & K(MYBS-TTS-TTG1. TT2-
EGL3-TTG1AITT2-GL3-TTG)I4E F &g/, H. B
HHLE RS, TT2-TT8-TTG1E &K% DFR.
ANS. ANR. TT19. TTI12 ¥ AHAIOK) 3% ; MYBS5-
TT8-TTG1E & AL AE N iz 240 i b il #5DFR. ANS
RITTI2() 335, TT2-EGL3-TTGI1E & sS40 g vh ik 1
DFR. ANS. ANRFIAHAIOW) %% i%; TT2-GL3-TTG1
HAHMAEA mdi i 2 DFRII R L. MYBEK
HRABAFAE SRS PAAE W) G U i 5% R -, MY BT
TRVIRAES — BN A LT 3 & B 5%
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