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The Roles of PPR Proteins on Plant Organelle RNA Processing

LI Xiu-Lan""? | JIANG Yue-Shui"*
(Y College of Life Sciences, Qufu Normal University, Qufu 273165, Shandong, China;
2 College of Life Sciences, Shandong University, Jinan 250100, China)

Abstract Pentatricopeptide repeat (PPR) proteins, which were identified in 2000 are nucleus coding
proteins that compose of multiple tandem repeats. PPR proteins are widely found in eukaryotes and
particularly prevalent in terrestrial plants. Most of them target to mitochondria or chloroplasts where they
participate in post-transcriptional processes including RNA editing, splicing, stability, cleavage and
translation by binding to specific RNA sequences. Functional defects of PPR proteins will lead to
abnormal growth of plants, even death of embryo lethal. This review summarizes the function and
molecular mechanism of PPR proteins, and discusses the challenge and prospects of PPR research, which

will provide clues for further understanding of the roles of PPR proteins.
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REBRES , EIT S BUE A KA T 50, H 2 A0 s
MR BIRRBIE™

1 PPR ZEEHHDHSiHL

PPR FERFEAE TR A B A Y b e Rl AR AE )
Hrot A, 2R RS 400 S LLE B AR
4R PPR R % H 35 1000 2440 HAh &
A, PPR B — /0 T 30 A, WA 5 Fl g i
FERAEA 12 4 PPR JENT SR AN ALK 4
OISR 2 N6 A PPRIENY | R ELE A WAL,
DA IR AP AT PPR JEH | X SE A0
Sk A A W 0 D P 8 P A AR D E AT PPR
FE PN A B8 38 i KT A N A A 2 PRy

R PPR M5 TPR & A i B AH AL, {2 TPR
BHTEZAETREEZEYMEEAY T, KR
PPR ZEH AT BB /& TPR & H AR MK MY, X T
PPR 2 (W HEA AN & AT BE B B A% A Ptk fb
R EL RS 1 AN B AR I X
PPR JERMY 3G, — PN A, 5396 575 AR ¢, 40
AR 28 PPR JEH TGN T T /N 9 4
75% UL W) PPR ZEHSH NG, HEN S &5 HE
YR T PPR JEDR S RE IR 3 55—l
N, PPR FE R 05 B O 1 388 n 5 3 IR 41 &2 il A
K, BRI AL R 3R R AL G & I A5 PPR
FERE AR A, 3 R R E 3, TPR A
5 PPR 3 A7 E T AL (BB B 5L B A BE B
FRE A B EA 1T W S 84 T, T A B A R4
FEAESERI IR PPR SER G HIROHLE] . BLAh, AR
FhIE AR PPR BEI DR ORSF, i E K PPR 4R 6
( maize PPR6, MPPR6) R] H MU g 5+ [5] 5 2 (4 Zh RE
Bpa R geAE F MM JF HER 4 PPR 8 1A AY HY IR R
P SRR A0S RNA G B oA e |
I, IAh PPR LR AT R LA ST 4% 3k R 41 42l 1 7
T8 B I, 2 RS FEEAY

2 PPR ZEAMEHEEE

PPR & I AL EON 2 ~ 30 A5E, 4
B HAIFR N 1A PPR HEJT . PPR 2R 1A S A 45
A AT 2 BL, B> PPR JE JF 47 28 il — X iy Ji 3R
(loop) #H 3% (1 S W] P47 o B2 J5E, BV HR - 1-42 i
(helix-loop-helix ) Z5#4 , PPR & H i) 24~ S B EE e it
— BRI A TR e

R[] PPR S ) A e B 7 91 2 S5 20 A A
JIr 7 R Sk B H AN [R], PPR 2 1 43 1 P

( pentatricopeptide ) F£F | L(long) JEF 1 S (short ) %
Jr, PP EA 35 MR, L TP 5A 35 5
36 MEILIRFER,S FF A 31 MR, R
P AL & 3P J C R i B R FN R IR R TR
PPR 410 P A1 PLS B K2, P PPR HH R
7% P ALY, PLS 28 PPR AR S A P HLIFHM, iE
A LIFMS HF, HiX 3 K F L P-L-S KFF
HED . PLS 25 PPR & A1 C AR Ui 4 & A (R SFI E
(extended ) FI DYW ( A i 75 A /= BEARSF Y 3 2 3
i Asp-Tyr-Trp) Z5 #9350, AR 4l X —F¢1E, S0 PLS
2% PPR 1438 PLS .E #I DYW WK1 0 PLS W2k
HALE POL.S 37, E WKW C Riffl & E 4544
B, DYW W2 C R ubR E 4550, i DYW 45
sk, DHP 2 PPR B Y C AR it A 5 8 20 1Y
FRAE 7 50, an 7 MutS 4 5¢ (' small MutS-related ,
SMR) 4% #) 4'"*' | LAGLIDADG ( His-Cys box and
GIY-YIG, H-N-H) 45 #38'"" F1 RNA 8 51 45 4 35§,
(RNA recognition motif, RRM) '*' 4

3 PPR EHRIINEE

AR A PPR FE H Y BE LAFFE 22 5%, PLS
K PPRAEHELES 5 M RNA (45, 1M P 2K
PPR & 2 5874 FasE A ZFl RNA fin T
RS (Fig. 1) .
3.1 C 2| UH RNA %iE

AN RS, i UL RNA Gy 2 e s
WE(C) BN FRBENE (U) A, WUl g IF ik v
43 4~ C B U Mgmspn st gkt 21k 600 £
A RNA ZiRH Kk A RS A g X, i b &
AAE SRR GRS X RNA 28 19 58 BUH
YefF— AT SRR 70 A it 2 —
ARG T ok &k AT I, RNA 4k
A 5 FE PR 26 38 v R T AR Y, G 8 S o A AR
FERFIREATIIRE. YA C B U M5
B H RNA FIEE (A N PR B ga e 2 A RS2 LAY,
PPR BN N R E AR EEEANTZ
— B SR I IR UK 55 BT 4 ( chlororespiratory
reduction 4, CRR4) J& % — M9 IE L S 5 i £ (K
RNA 4 i) PPR A7 HifS 2402 5HY 41
7 RNA i) PPR 2 IR L B, bR P K4l
W7 PPR % H ( P-type PPR-modulating editing,
PPME) ' #1 PPR596 ' J& T P 2% PPR EH , HA 2
MY an s RNA a9 PPR & A1 #)E T E 8¢
DYW W20



57 1

ZEF5 2455 PPR AR HIRFERIY) LA RNA T /9701 RE 715

RNA %8, PPR 5 % BB P (926 5
35 v 28 ik R I (7] pe s R ) — A A R A SR
SRS L IFAY RNA FESRBZE A
(18 P o i — A 5 PP U 31 4 7 st RS 4
A RARIE, C 2] U B S05E 2 C 76 M ms g i
AMGVERTT L E A U, PPR ) DYW
58 Y S A L I S ) 15 B PRSP 31 ChixE (x)
PCxxC, H. DYW .25 PPR 2 H 5414 C 2 U
(o4 B e F 10 b B — B0, Rk, Ak
DYW 2543 EL A s ne i s g vs v . R, 1% 454
B I 2 S M A R IR AR IR S, R & B
CRR22 ,CRR28 M A st 55 1[5 82 (organelle
transcript processing 82, OTP82) ) DYW 5 #44s, X}
BB 5 AR AN R T W R AR AR RE A B
I BB 6 RS20 M H, CRR22 ., CRR28 &
CRR21 ) E 25 ¥y 3 X RNA % 48 & 0 75 19, H
CRR22 1 CRR28 E 454 38 i B4 I A 5% e 4 1 1Y)
RNA #ifgDifie , #E:0 PPR 2 A A E 25438 0] 58 7 3%
RS A

E 7.2 PPR %511 CRR4 Fl DYW 7.2 PPR & |4
DYW1 Xf ndhD-1 1) % % & 55 B, errd F1 dywl H
HAHER 228 £ A DYWL AL & A DYW 45 4435,
CRR4 AI 45 S MR 51 ndhD-1 %07 25, CRR4-
DYW1 filif 2 1 Be B AU AR i R A R W] DYW
Z5FEAT S E 26 PPR 2 B AE, kR 25 RNA
g™ [RIRE, DYW 728 PPR & (1 0L 07 i 43 1k
R AW & H2 A F 2 (arabidopsis early chloroplast
biogenesis 2, AtECB2) fll accD RNA g0 5 K1 1
(required for accD RNA editing 1, RARE1) , 3:[A] 71
Tt aceD %5 . RAREL 4 aceD 9 BA7 5 3R
SR F A DYW F28 PPR & B B TR —
RIEKZ5 aceD W4, KL, T DYW W2 PPR
HEAZ 5 RNA i L Ay il I
AR A 55 Hifth DYW 268k E W2 PPR &
FIE B U8 3R A 78 RNA S b & #EhfiE
3.2 MERNSFHEE

AR AN S LR BT R TR T
T, QNTFAEAE 90 I (AR I 4 e e 35 R 4 o
S 20 240U KN E T, I RNE TR 1
ANEOT U TT SN 5l R TR P A R 3 IR P
T, B AT A VA BY 1 6T 20 L 2 L DR ) AE R 3k e Ty
RESCME A OCHYE ] . TR & FIE T AR NS
T R T 28N Y R BTt N T gD
PR BT S R, T 5 L0 AT 7 s At P T

%] EHE ( open reading frame, ORF) & A= 2% ol 4544
ARSEOY  FFAEREIYI Y LR A RN - £ AR 5 PR 2 AR
BIE 1 ARt 2B 1Y ORF, mat-r Ml trnK, mat-r
i i 2 K7 A B 2B MatR ( maturase related ) | ‘45
PP B, A Y4 RE S8 ek, oK GRS i
SRR A MatK ( maturase K) 862 11 25N & 1
o sh it s e k3, Rl 2 5 /8 gk (kg &+
R 7 P I A=A Y £/ ES 2 AL N [ N I
BT YR B A RS AR N PR B S, EARRY
W5 R, PPR 25 5k — il R 19 £ 2 i
BABFZ—, HAT, CHGEZAN S5 5 S MY 4
8§ T 259 & T 37809 PPR &5, iX % PPR &
F, B OTP70™ F1 /) ki Bi # PPR % 1 43
( Physcomitrella patens PPR43, Pp_PPR43) " J& T
PLS 285, AR JE T P 24,

AN 1T 28N & T 19 BT 3 5 5 21k N
T, LR AR R oE By, anekag ik
psaA WEFRIB 2 /D2 14 MEAFS 5 )
LRIK nad2 551 AN E TR EEDTE 6 MR
HFEZ 5 R4 PPR A XTI 045 11 25
BT R T B, E AR F LA 0 2
PPR4 [ S I8 R , B T R S Hb 45 & okt
LUK mps12 5 1 NN T S ME S A BTN
SRR T BT R 5, TR ik BT R
FENICH FMA SN RNA 2545256 % 30, IR BEE N1
2654 ( embryo defective 2654, EMB2654) 54 g I I
SRR mps12 55 1 SIS FRIRTER 25 A T O i
P ARG E T 258, e A AR UE N T B
0% PPRS M RNA &5 & 07 o5 7 T 5 ok n 2 ik
trnG W& T AN R85 G005 D& 1Y 45 5 LG
RNA JERLK Je 85057 .z, iAok PPR 2 11 1T fig
AT N T LA & e S5 R AR I
TR & RIS, I e 11 20 & 7Y 55 42
3.3 RNA MRRESH#H

mRggfR T P 2% PPR R 1Y ) B Y R
RNA FESEA R EVE | A8 UE G SRAR A i) L2, il
FHPT, CHGER 24105 505K RNA FE KOk
PH) PPR 1), PPR B I 454 7F RNA st A
() 5" 8% 37 K S, BHLAS 57-3" 5 37-5" 4% R 4M VI g ot
RNA FIRFf# B850 RNA BORRE M, Fe iU AR
f)5'8% 3" K i, PPR &K 7] 45 & 76 2 I )+
ORF (1] B Fe 31, ARIE 22 s £ AN [R] ORF A4 1 4 i
T, RNA 8, 40 PPR10 5 atpl-atpH psa-
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rpI33 LA (] 249 18 M HIRES A, BAAT 5/ 3" Jr In #%
FRAMIIRE RIS PE L XK KRR DL RE I (4 -4
TRIE AL A7 0 B, R IA 29 40 > PPR 1Y
RNA Z5A 075 Xy 5 KT RNA 955
3", BE AR N2 20 A% R, #EI PPR 2K 11 7] RB14
A% AW R IS5k —FE OR3P RNA, I Ah PPR 25
2 B AFAZ IR N DTG XS RNA [97H 4L, W PPRS 5
G W& TS5 G, flEHAE M SRR 2 R N )
it A7

BRI AR TP AFfE R P S PPR
HHFMCRI 2 M2 5ERR RNA 534 3/ K Ui
FR R0 4 SR S A 5 IR S L S R E R R T
AERY PPR 25 (A ILIRGE . JF HLEE FHERIC i,
R BURE A T A 5 A 171N RNA | HEI0 S {4
RNA 5548 57 i 0] BE LAAS [|) F - 244 (1) 07 X ok
I,
3.4 RNA #9118

SR IhRER R 2 , PPR & AT fiEF RNA (1)
VIE, W) 2k ki, B % WK & ( restorers of
fertility, RF) 2& PPR # [ RNA Jil . [ ¥ ( RNA
processing factor, RPF)1 ~3 £ 5 JL4~ RNA 5 5#A

5
RNA editing
Intron
5

RNA splicing

Nuclease

5 \

RNA stability —  =====es PPR
RNA cleavage

5'
RNA translation PPR BS

Unknown functions

2222

Fig.1 Functions of PPR proteins

5'u g I# ) RPFS Rl RPF7 RJ& T RF 2% PPR &
F1,RPF7 &5 nad2 5' KU Y1E™ | RPFS 3%
25 nad6 1 26S rRNA 5" 3@ 0 M nad 6 F
26S rRNA HifARRY 55551 (AT L RNA [1)-50-
+9 X)) EERIE, f HALE RPFS AT RNA 454
Y PR I X 28 PPR 2R (1T RE S H
RNA 454 )5 1RSI N U B 2 45 5 U0 B0 05 % 15
ek, MRS AETE RF 25 PPR 214, [H ¥
KU EA 1S RNA YIEIHSE AR BULA C R
A DYW S5 3, o, SMR 4593k () PPR (2 5
RNA Fi & #9474 SMR 25438 1 RNA P91
TR M O E S 00 T DYW 45 F9 88 RNA N V)i
T E TR AE
3.5 RNA HIEBiE
B FIRTIBESN P 2 PPR & [ i 1 a1 A
5 mRNA By # P&, PPR10. i ¥ b & 98 %5 7 3
(proton gradient regulation 3, PGR3) ,ATP4 Fli} &
& RNA il . -F 1 ( chloroplast RNA processing 1,
CRP1) 2 g iH 24K mRNA 1Y B11%, X S8 (A i n]
5 mRNA 5" UTR IRBIZ5E 5, 40 CRP1 X434k
petA Fll psaC 14 AL IR 2 00 75 1Y, S8 28 4R b H A

3 \ 5

31

Nuclease

ORF PPR

Nuclease

W Nuclease

Translation

3 \ 5 3
PPR sl ORF

ORF, open reading frame; PPR BS, PPR binding site ; RBS, ribosome binding site
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mRNA Y £ B ¥ b5 & B 'Y 0 PPRIO, PGR3 5
RNA 9456 BRAR & I S50 TE B, (AR IR S5 G 007 55
TR AL RER, R BIES Y kiR bR
MPPR6 R HELE KK rps3 9 BAEAN 38 & H 2 A
PPR 2 5 Z R AR S0 (B HAR I8 ¥
AR, X2 ANMEABUR TR P 2E PPR &M, X
U P 28 PPR B AAAEAE T a ik (HAEZkE
PR KA R T AT AT REAE SRR v Kk 4 Rk
Yisg. HETRIA AT B PPR B M8 T
RF 25 PPR Z& [, #E 00 nT B J2& 38 2 T P AZ 0 1R 1 245
B sk B

Z5 ik, PPR ZH XTI ER RNA S48 )5 in T
AR T8 (Fig. 1), HXTF PPR HEH
TIRE, Bk AT CH 1 Ah, 0 R A ) e 75 E 4R
R, AEN TR PPR & (A & 15 EFERITIEE?

4 EBERE

SRR BIRFFEF W], PPR 2 [ ] 45 5 7k i &%
BUIMERS RNA, 2 5 MM 858 gkl i e
SN T AR L (HIETF PPR 2R P11 AL i R+ 4
AT, INZNAERS 1T 2N & T4 A 20, 4k H i s
PPR ZE 119 RNA 25607 s 20 R A 26 2 5 05 45
) PPR R H #Y C AR ¥ & A FR k4514, I PPR4 (1)
RRM £5#938'°) | OTP51 % LAGLIDADG %5448 |
IXEEZERIAE S T BT P E M ANTE 28 AT
FEHED, DYW 2% PPR 25 A DA [R) R ok 5 U — 3R 4K
B2 5 RNA Gk, E S5 F 38 6 57 3 50 1 s v ot 2
filg 25 ) DYW S5 A3 58 B 2 A , (H 2 45 W 3
AR 2 A M ARES:, X T PR PPR EHS
5 RNA faE | BiR R s S o AR i VR AL, A iR
IAH,PPR #1115 RNA W45 G T8 BUAL 54 514 BH
5, B RNA B8589 SR MR I RNA B Fa &
IR, X—HEMf#ERE T PPR 25 RNA &
B, EABSRLE , H 2 RNA WIEIF AT RENLE], ) 5
JE X BE e 0 SRR PPR AR 1 2 dn el (R R 4 2
X} PPR # 15 RNA $: 535454, )4 Barkan
T PPR 2B A RNA 454G 07 5 A0 T80 B 00
{HFFAIETA PPR 2 H 1) RNA 4540 s #0557
f)— B, W CRR4 ., CRR21 . £k ki 4 % %8 H T 9
( mitochodrial editing factor 9, MEF9 ) Fl1Z¢ 1% 4 K [A
T 1(slow growth 1, SLG1) %)

PPR #& [ 505 e K, 4 K 22 B0 5% (4 T B ot AR
T, HE, W5 T £ PPR & 1 T e B R AT, B
FH ( electrophoretic mobility shift assay, EMSA) |

RNA #e 8 JLyie 55 L6 H R ) & )&, PPR 25 H YN
BE M FALHIRE SR i T,
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