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The role of PPR proteins in posttranscriptional regulation of
organelle components in plants

Yuanyuan Hao, Xianggian Zhao, Fudeng Huang, Chunshou Li

Institute of Crop and Nuclear Technology Utilization, Zhejiang Academy of Agricultural Sciences, Hangzhou 310021, China

Abstract: Pentatricopeptide repeat (PPR) proteins constitute one of the largest protein families in land plants. They are
sequence-specific RNA-binding proteins and play key roles in posttranscriptional processes within organelles. Their
combined actions have profound effects on chloroplast photosynthetic electron transport chain and mitochondrial respiratory
chain, affecting photosynthesis and respiration respectively, and ultimately on yield, fertility, and grain quality. Over the
past decade, much has been learned about the molecular functions of these proteins on plant growth and development.
However, due to the large size of this protein family, the functions of most members remain largely unknown. Here, we
summarize the molecular mechanisms of PPR proteins functions on organelle genes, and effects on development of
organelles and plants. Problems that need to be resolved are also identified. This article will provide a theoretical basis for

understanding the functions of PPR protein family and genetic improvements of grain yield and quality.
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PPR (pentatricopeptide repeats)# F 2 ik H& [H #)
e 20 ZAERTH LI, (HEXT PPR KM RS0
5%, 2 ML IF (Arabidopsis thaliana) 5t K 20 ) 6 22
JEA TG o FHUR IR AL LB, KT 31%0
N5 CMIIBeny BN, e AR Dy g iy 5L A
H, PPR LM (5 L 6%, 2945 450 /Nl S A4 X > b
KIYF % . T 5 E J) TPR (tetratricopeptide repeat)
B HEH AL, 2 E T H a4 PPR &, TPR
EHE-REASGMEARE, MPPREHET
RNA 2558 1, X MR AT DU i PR s ) 2 5L 1R
BRAIEHATIC O, PPR B H ) IZAAAE T HAZ A
A% A )RR T DB IR AR R A T rp A e, Rk
PPR # [ — 2 A AN AT (0 2 1 DL

AR, TEDFSE A A B G AR PR Y b A v & 31
PPR fE FHTEAEWIAN R ALK & T BB E 2R,
KA GRS PPR AR B2 O D BEAF ST MOk £ . H
i, PPR JERI: ML S HE L T LR AR 20K, %)
MR R A Sk R R R AR, R
RNA 354% . RNA FE. RNA 1%, RNA BRI
RNA #i#ll, —uk PPR JEN 55, FUFHY RNA
RPN TS5, SBUP S8 A, SR
TR ARR R IE R R R, TS AR E
YER W AE S AR, SBHEYAERK K
B2 W, WEEPE KA PPR S I 52 I AE )
AR TR X EZ,

X PPR G5 43 1 HLER (A B 55 S SRR 5 HL i/
FHI RNA ) KA T 2K o AR SRR S 244 (1)
FERIA /NN, HLAS DR 7 i DR 2 1 o7 8 AR 1 38
RIERE, R BGAR o F A T B, AT
N HAR RNA, I s AP 4L K& B L,
R, 4R PPR PG 4 AL ER Ko /R FH 7 =X
A BT IF A4 PPR XM AE K & EWMIER .
AL LAZKFE (Oryza sativa) . AR JF . K (Zea mays)
), REET BRETZA PPR W 194> TR FHALER X
AN[F ) PPR AR RN A I A B s, DA
ARATEPE R B PPR Z 15 L 51 42 (AL BRI AR A S 5
771w

1 PPREANNK

PPRZEH FE 4N PRAIPLS 2K, Hp PR

FH AR X PRSF 1Y 35 A2 AR AR R A HES T, PLS
R NS P B (35 MR IER) . L (longer) 3k ¥
(35~36 R FHLAR) A S (shorter) (31~32 & FEMR)IH:
e — A R HES A, BeAh, PLS ZEA% 5
Fie B C AN R 2 R )7 51 X 4 E W2 | E+VE
JEM DYW W2, E Al E+&5 007 34 R LR,
XAZER AT TPR &, DYW S5 Fg 36 & i
MR T S, HAars kIET 3 MRSFIEER—K
K FR(D) . B IR(Y) R0 2 iR (W),

2 PPREAD FEHPLER

PPR & IfEN—Fl RNA 454, % mRNA
PRI T AL E CHAE M . P R £25 5 RNA
RIBTRE . e . UIEIRIENIE I AR, PLS 2B £ %
%5 RNA B 4iiEid 72 .

21 PPREBESSIRAF RN BE

RNA 374 24540 N & T AT mRNA (pre-
mRNA) FFEBR, IR B i ek ok a2 . 540
MAZ R R, S R R 2ok A S ] (0 41 7 I
W AEFORIE N b, W& 2L T
ghikly, BT YR R BT VIR B2 A i Sk )
PR, R BB E T, ARk R TR
&R mRNA, & A 7E— 25 AT 7R mRNA ZJE] 1) 57
$E, PRI BT 4% (cis-splicing), £ LT EAZ A M4
ML BT 82 5 R AEEARTFHTIR mRNA ZJE /)57
¥, BRI BT (trans-splicing), KU HTHE 0] 774
T mRNA 1y Rl Sk, gy 2 W TR
I 2 AR SR A4 I PR 2 19400 1 e s AT I T 1 5k
F el

T EL D) I SR AR RSB R BE R N 5 T AN TR
Yk g AR, #IHSEh | BN R B
T, Hh R 1 A BN T 10
LRI L(P1~P10), YEJHT RNA &, feik iy
VIFES:; 1 BINE T 6 AN RUBESS A4 3804 %
(1=V1), TE RS 2 i 23 [ 2540, A8 B BY U1 A 136 1 1R 1)
P, RS MR VE R, LBy U4
T P A i O SE R, B B AIL 2R AL 4 A%
(O BT R PRTT 1 R P A TR A X R
T EE RS — A BT R A SR ML AR AS ]
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I Y 3 FAEAE ) T o A B, UK | HAl, 245 RNA 8731 PPR EEHH K £ 25 nadl,
T KRR T 0], AR IR L4 9 3L nad2. nad4 A 055, 25 comFe., rps3. cox2
HLEA 23 AN E T, AKREMERLRRSENAL 8 4~ RNA BJYIRY PPR & 30 A WA (B 1)V, i
HRIEHE 22 AN E T, HEo0 W BNE T o SR aR IR 20 A4S 1HRLA & A LA L B
RGN & 17 DRSS rpl2 F(trl), SR ATE 18 AR KRR AT K I SRk
—AWET), wERATIAS A 6 A0 SR 174 AN & 7R LA LRI & 7 (trnL)
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ZmEmp10U3) AtSLO4U7 [13] AtMISF26R ZmEMP1621
p ZmEMP12
nad2 m% m
ZmEMP60212
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ZmDEK43! ZmDEK35P4
ZmDEK35(4 ZmEMP602122
nad4
AtOTP439026

[25]
ZmSME9F AtTANG201

o — ) S——
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Fig. 1 PPR proteins involved in splicing of mitochondrial transcripts in rice, maize and Arabidopsis thaliana
KFEMERME 22 PNET, UMTES 2840AE T, EASAKA EMANSHK. Zm: £K; Os: KiE; At: MEITF. KA
AT O MNEENEFIRERNSHE, BRI HKBERMERZT 1 NEF(pl2 RS T, BLmE), BETENREIEF(E), e
MR IR BT & T, RAE R AR T &
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OYARTE 16 NFEF P ey A trnl 1)
—PMAETFETIRAES RN BN T,
AN, AR R EMTIgE 2 RE, 1 BINE T
A48 NA ZH. UB 2. NIC 41 NE/F ZHBY, fEd
Yk, AR N AT E T REERIARTA], Michel ZRBg
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SRR 1 BUN S F40 o LA FL 1B P4L . ih&ik

WA rpsl2 M —ANNE& TR0, B8
T BANETF, HAUAEYI X3 miX 85,
et R RiE S 5 RNA 8T8 PPR 2 11 80 A X
/b (K 2)B,
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Fig. 2 PPR proteins involved in the intron splicing of chloroplast transcripts in rice, maize and Arabidopsis

thaliana

KRR EREE 18N ET, MIMIFEE 2L MNETF, EAA LM RNSHEIL. Zm: EK; Os: KH;
43 AN IE 41 (Subgroup 11 A F Subgroup 11 B). I’E'@ZEW' MAETFHBAN

=M IEINE T, KRR N BAET, HnARS

. WIFGIF . trnl 2 E—

w7, Eé&E{N'E’JW T AN T BITPRR TSNS TR S, MR IT IR EKRZ T 3N & T (rpoCL 1Y 14

W& T, clpP B 2 W& T, BERE). REOTHENERINET(E),

W& T

P& IR B BN & 7, ARG it i 00y e i
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%5 RNA B4 PPR AR, % 2k
BB (spliced) ) mRNA &g b ek sk, TiA sy
% (unspliced) (U RTA mRNA &L MG HETAY
Wi, WEH—4 PPREH TS5 FEAILH A K
TFEE, A0 AN, SN R E NS T,
JEHZA PPR I AH AL RNA Jin T2 (LR 58
BUAY, HIX 2 RNA T8 1 B 2 50 7 51 I EARSF
XA EE G S T Rk 1Y) 22 RE R B 40 R I A Ak
FESEAL T RE T, SR 90 b 2R A R S A S R 21 1
W& T RA HARSAE , HETT 0 S50 7 1) A% 2 5 2 1
(I PPR 2 ) MEATBTREIN T . 25N & FHEA R 4 Fh
oY AR K AR B RN I e 2 R, T
[l —A & F R3S nT RERR B AN[E A PPR R 5 A
P B TR 2 A8 e A e BN R Ak 2 i, A
MTHNE TR PPR B AFEAR YR b HA RSPk
Ak, [H—A> PPR & Al S 52 5EH N & T 11
AR, XAREL T PPR & AN R ISR AL
OP=RS

22 PPREHZ5 mRNAEE

PPR [ E Y RNA EEZEIEY RNA
o 52 % TR AU A A 5 S e DT o AR AL 2
PPR A& THIR W) 58 3K, si& 4,
AT 2+ R BT a7 sk i 518 3 A v,
VEJg—Fh “RErg”, BHEY 5'ak 34N A AR R S )
#, B mRNA NHEREA# . [RIEE, BT RTas &0 &
T E R R YERY, BT L) PPR A E T W1 5/
o 3 AR, Bk, PPR H1S 5 mRNA i,
BEB 2 T e S A, SUBRAIE T 5% sk W) S R A
HAMEAEM . HFZoR AR 2R 3 K 41 iy £
TR, B e IEM 58 3" AR umiX — I fexf
B mRNA B L2 CHE 2,

%5 RNA 354219 PPR & (DI REGR L I, @3
S U Y RNA B S AR s sl ik, KR35 4)
[y ) e S AR i, RIABTHET R ZMH ., M, =
5 mRNA &2 #Y PPR 2 I REBUC T, BSR4 FH
1E mRNA B, (HRRB VI SEAIE R L, )
MR T, TR b a4t 55k 3'4h
DI AR e S I, R MR Bk, S EORRE
T LI REIE B B mRNA, L, %5 THLHLE
YE PPR EHZ HIEY RNA B84 f4 2 E R 0

WA

M2 Rl A SR 3R AMNITEE, PPR &
H 854 TR EYR 588 3K i, 25 mRNA Kfa
E(® 3A), £k ZmPPR10 Al454 T atpl-atpH.
psal-rpl33 FE A ] X U5 Ak, ok ZmATP4
ZmCRP1 I+ AtHCF152 ] 43 545 H T psad-rpl33
FEHE]IX . petB-petD FEFAIIX | psbH-petB i [H (7]
XU R 4 AR [ AR BE L 570 3% R4
VIl AE R S DI E . IR JF AtMRLL, AtPGR3,
Tk ZmPPR103 43l 45 & F rbcL . petL. rpll6
(9 5'UTR, BELIE 5'8% W2 /M0 i 4 4 4 S ) ) 148500
ZmPPR5 BUNFRR, BE4G T tnG 1Y 3N EF, 12
HEtnG kA, FEREEsTEE,

2 A R A 7 0 AR rp 0 s A Y A AN
HHE, HA IBIAMIIEG, WidCik R E] 5 RS
DIBEREYECT L, fEZikifhd, 25 mRNA BE
(4 Z 4 vh PR 3R DI B DI EI (B 3B),
T 5%t AN T2k —Fh G0 4 T (UL F 32) o ZeRiAA nad1
A st 3 AN aBY I AR, A LR AR
SEVILE 4 A HRE =Y, AIMTSF2 1 AtPPR19 1]
25 A T8 SR intlb-exon2-int2-exon3-int3a 1 4
B F 3a kb, BiLIE 3% ER AN 91 #5253 AtMTSFL
454 T nadd 1 3'UTR, 52 3R AN 1) E Ry 5
PEGIEIBY; ZmPPR78 HLE TR, NS HEaE )
VI ) sy, e BB RR U MU ) nad5 #5519,
HRAG, MU kA i 5'ATG Fl 3'TGA A
SEHEE ARG 2 FE AT E L B R 3RS D il
YIEIRRE 3, (HUEH TARRERIE 5 RSN
BTG PE, AR 5/ om s AL R REME RS . HH AT
W, FEGRLR TP AT SR A AR B R I mRNA Jin T 2
TRz R,

23 PPRZEZEHZ5 mRNA1IE

PPR #1255 RNA DI#IG & AN 7 = R4
VI )7 SORAZ R M UIlE 5 =X o BB 1) 2 PPR il
i) RF (restorers of fertility) & (1 7] LA Y) &I & M AH /Y
LKL RNAs, 1E=RECEH P TAET &4 H B4R
L R REEET RO ISR . 40 M T A
AFE (cytoplasmic male sterility, CMS)&—Fif} &K ik
e R BAE BIG , AEART RN, HATCTE
200 ZFh i A WSS CMS, 5 CMS AHGIL
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oI 0
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Fig. 3 PPR proteins involved in the RNA stabilization of chloroplast (A) and mitochondrial (B) transcripts in

rice, maize and Arabidopsis thaliana

HAA EANSH LI BEOHTHERIINE T, SRR RN & T, RASHMERERATZNE T, EEHZK

IR X

LA I PRI X2 D A R 1) 65 49 3 A7 A6 SR A i P 41
BTSN R A 2ok A I DR A B AR T, i
W & E B Br i AU K 2 BT = A AN B 1 AE
¥ro S RF EAMKE RSGAT R AE R
FeZC B, AE Fo MR RE TP BRI SR, JIAT K
SRR E Y, HorFHLEERD PPR 2 o] X2k
BURH AR RNA IEBRYIE], SEmiAgE= LA SEN,
MR Fr 228 R I E M. BRIKER2 0 RF &HE
#aE PPR &, 4% % F 1€ (Petunia hybrida)
RFP® 3% (Brassica napus) Rfk1% | #5 |k (Raphanus
sativus) Rfol®? | &% (Sorghum bicolor) PPR13[4 | 7k
& RFLE2, LUK A BT-CMS & #5236 RE-1 451,

RERNAEHAMLTE 10 SYPaAr PPR A
Rf-1A I Rf-1B., BT-CMS £ iR %L 4 4 % 1~ 95
UL atp6, 439K N-atp6 F1 B-atp6, .+, B-atp6
TR orf79, ORF79 K H & — M 7 Mk T/l
TP A . B-atp6-orf79 MU IAEE 4l 2 kb,
Rf-1A 2 5 B-atp6 3'K Ui Fl orf79 53 5k [ [] [X (1 )
#, MTJ54K 1 kb B-atpé F1 0.4 kb orf79, T
BT-CMS I tni: Y AR IER I H], A Bt &R
HS$EARE ; Rf-1B [%fi# B-atp6/orf79 7554, il
WA Z#IEE T ORF79 2%, IR &, RF-1A
(A A7 T RE-1B19%0,

PPR HEMZ Y5 5 D) EI 9 BARHL A R W5
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%, Barkan ZUSHE L AT AR AL DI EIA7 55 A0
ARG 5 PPRER B ZE A 07 s B R — 1~ RNA
454, 4 PPR EIZS & T HARNL S E, T B ER X
YEFTCIE, akinm i —h R ALH ek 55 B T
BBGT R, WEESE S RE RE S A FRZ R RFLs
(restorers of fertility like), ' RPF1*WER] T nad4
fy 5'UTR X, RPF2I°UE F T nad9 il cox3 A 5'UTR
X, RPF3CUEHT ccmC (¥ 5'UTR X, RPF5EME
FHF nad6 1 26S RNAs (1) 5'UTR X, fiE #E 83T Y 5/
WG . S TLORIR 5'— 3 A% TR M) B Al ol 2, k8t
FEHIIRETER)G, EH I 5% 5 5 K A SR AR

Bz Ah, —2540 8 DYW 45K 5 PPR & 1
A Gt A RN VI G . CRR2 J&2—4> DYW
BRI PPR B 1, AT —FZ R N DI, D)%) rps7-
ndhB HFEAIX, 25 ndhB 20, CRR22 #I
CRR28 £ VR A b Bl iiF 52 ELAT A% R P9 D) i 1 735 1090
IEAh, PPR # ARG — /N 4r BBt C 3t 7% SMR
(small MutS-related)Z 493, SMR &5 kel B A iz
MRS PEVY, HAT PPR G B H, H& R SOTL Y
C Bt SMR 25952 A N UTE A PE, AtSOTL Al
] 235-4.5S rRNA Fij#& 5" K% 13 bp 1751, 1E#
IENRT R R I8 U 23S B 4.5S rRNAVY,
ZmPPR53 J& AtSOT1 R, PPR53 HE45 G
T 23S rRNA 53 3% 70 nt AUz 5, FaE 23S rRNA
R 53 HMIAFDI#E], ] HH%45 4T ndhA 5%
i 66 nt BN A5, HEAN ndhA BYBIIFERCR, (HREH
C ¥t i) SMR 45 ¥ 3k 2y B 148 A fil e o 48172,

24 PPRZEHBHZE5 mRNA #iF

PPR FEHZ 5 mRNA MEIIFE LS TIEY
) 5’'UTR X, 1E7EEY) RNA SEBHAMNZE S, M
7 384T B 2 4 i B8 . ZmPPR10M4 | AtPGR3M
ZmATPAYIR] /3518407 atpH . petl, atpB (14 Bl ik
&, ZmCRP1UIA[ [l it psaC Hl petA (1 HH

M2k, PPR 825 mRNA Bl 2 345
FJ& PPR10, PPR10 #47f% atpH BIIRAIFSE R T ff it
LUK PPR A3 (1 BRI A TR E ML ARAIL T 6 A
£ PPR10 REEMHEH T, PPRI0 (LA A5
atpH (AR 45 4 07 5 (ribosome binding site, RBS)
FEH—14~ RNA & Je 4544, PPR10 454 )5, AT {f RBS
FhEE, ek atpH FUHEHARLS &, WG HBIGE, R4S

G HNZALE R PPR10 W BHMT 5—3 SN HEA% IR i
W, R E atpH A7ERM,

LRtk , PPR AW BN RE L, H
ZRR MR MRNA FUAZBE IR ZE &7 s AR s 28 A e T,
X2 UTR F5PEgs 500 PPR FIHAM AR 1 BTl
B EEZE A, PSR SE P B A TR Y
WY, Fl ZmMPPR6 454 T4ki1R rps3 mRNA
) S’'UTR A4 3K, rps3 5'UTR () RNA — 245+
RS TR AR, TG B L, MPPR6 A]
XD G EE RN L, DT ORAIE T 5 AZOHE AR 1 1
G54, WO rps3 FHIEY,

bR TS BIRAN, 25 mRNA UIEIR RF & A
TS RNA B, 3 DA B AL B P i
B4R [1 ORF138 (1 & i LLAR v 10 %, T & Mk
A Rfo BRI EHEMR T, Aeds B RH AL 4 20 3¢
EASHYEETRE, 2, NMEETHFRATMN
FEKRH, ORF138 sk & A2 5w, XKW Rfo
S0 ORF138 (B sl fli /s i, iRk
WEANE M EMRE DS AR, FR R B
HLH A o ] (60

25 PPREZEH%Z5 mRNA &HiE

RNA % i & — B ke A 78 5% 5% o A1 TR e S A
PN TAB MRS, L FEAZ AT R P A L MR A
HA BRI R AFEFR N, AT fl C—U.
AT 19 %0 58 0 1/E T RNA 19 IR 17 1 2
(adenosine deaminase acting on RNA, ADAR)5E AL,
EEE AR . B R P m R
RNA #fi £ 2 L AR fE b ik S5tk C—>U #
TR L) RNA G 42 i S AR v 93 ok J7 =X, 1%
Jr A2 H RNA FifB RS 55 , 3 ik 0] 46 % S ) G %
f C FRILVEAT I TR 5 T, C—-U Az,
(1) — M R A AE B 15— B 5 A7 a5,
AR AU 5 (2)7 A8 AUG iR %% Y 1
o T BRI LG e s T U R B RS T, T B
FaE AW mRNA, BN A IR E T (3)4niE
JE LA AT BEF A4 RNA 20454, 5201 mRNA (1)
s MR El, C—U RNA Zwi ] LU i 40 i 45 &
HE P . SO Y . RNA-ZR A BAE A
3 RNA Z 20450, 76 RNA T3 e v & 45 i S Ak
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MY, ARSI E M E KRG, Bk, BRI RT
AW, DIOKFE RG], Sokifkdt 485 4~gmiH
LA, ATARTE 36 AZki AR I L (https://www.nchi.
nim.nih.gov/nucleotide/BA000029); M &¢{fkd: 21 4~
SR 5, AR 11 AR ARE N BT A0
T HAETEKRE  EK BRI iRIE R E 32 5 RNA
4 Y PPR 25 11 B 17 0 8 o7 s 1707109 (¢ 1)
RNA Zi#H A5 % RNA Jifiid 2, 4 it
% : PPR #& 1 . MORFs (multiple organellar rna editing
factors) £ FH . ORRM (organelle RNA recognition
motif-containing)#& 1 . PPO1 (protoporphyrinogen IX
oxidase 1)# [ . 0Z1 (organelle zinc finger 1)&& 11!,
Hrb PPR 2 H Y PLS FGE L A& Horh — A, %
YERRAAEMTA -, 456 B0 EiF 5~20 %
HIR AR HITTHF |, i g o s RN ok

*1

%% RNA Gl Ak C—U B2 i, PLS Kk,
0 C Uiy E1 A1 E2 Z5 #3251 F PPR B/, W] figid
HEATAERESS RNA YN T2 5 i
0%, DYW Sty A B s, TS
C—U %l .

—A~ PPR &S 524K RNA 241
SRR, IR RN R RNA B iEA7A5, lpis
A i) PPR 25 RS . RNA Fi A7 5 1 g AR I AN
J& 100%, 24 80%, AR s A LB &M
T, RNA Gy 225,

A1, PPR % AT 5 MORFs & H B /5 [ g
SE M RNA A4 2. MORFs J2& M-S (A Fn 2k ki 4
SRR L, AR ST 3k 10 A ALBL, Hod MORFL .
3. 4, 6. 7T ENMNTLRAK, MORF2, 9 & T4k
&, MORF5, 8 XUE N TLkiR R4k, AN[EF

KEE. EXMPER DS EHEFEILERE RNA HiBH PPR ER

Table 1 Part of PPR proteins involved in the RNA editing of chloroplast and mitochondrial transcripts in Oryza

sativa, Zea mays and Arabidopsis thaliana

T K (Zea mays) IR 7T (Arabidopsis thaliana) 7K A (Oryza sativa)
PPR%%  HEY  Zmi ®H 5% PPR% HIM i BH 5% PPRA& HM il HH ZBF
BEE O ERE N E A SCHR BEEE BN LR X VAN € N =% 4 - PN I DA EAL SCHk
ZmSMK1 nad7 C836 Zehifk  [79] PPR596 rps3  C1344 LhifK [89] OGR1  nad4 C401/416/443 Zkifk [100]
ZmSMK4 coxl  C1489 Zkifk  [80] CRR4 ndhD C1 444 [90] nad2 C1457
ZmEMP5 rpll6 C458 ZEkifk [81] CRR21 ndhD C2 kA [91] ccmC - C458
nad9 C190/C356 SLO1 nad4 C449 gehifk [92] cox2 C167
cox3  C245/C257 nad9 C328 cox3 C572
ZMEMP7 ccmFn  C1553 Lkifk [82] MEF3 ATP4 C89 ZEkifk [93] MPR25 nad5 C1580 kiR [101]
ZmEMP9 ccMb €43 Zekifk  [83] CRR22 ndhB C7 nh4fk [94] WSP1  ndhD C878 HEEA [102]
rps4  C335 ndhD C5 rpsl4 C80
ZmEMP18 atp6  C635 4Ekifk [84] CRR28 rpoB C3 A [94] rpoB  C467/545/560
cox2  C449 ndhB C2
ZmDEK10 cox2  C550 Zekifk  [85] ndhD C3
ZmDEK39 nad3 C247/C275 Zkifk [86] OTP82 ndhB C9 4Rk [95]
ZmSMK6 nadl C740 kil [87] ndhG C1
nad4L C110 OTP85 ndhD C116/494 W4k [96]
nad7  C739 OTP86 rpsl4 C37161  Ni4ifAk [96]
mttb  C138/139 MEF7 cob  C206/325 £hifk [97]
ZmEMP21 nad7 C77 kil [88] ndh2 C1433
atpl C1292 nad4L C41
atpg  C437 MEF9 nad7 C200 ik [98]
nad3 C275 MEF14 matR C1895 bl [99]
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PPR # 1, MORF 25 RNA il iy id #E 3R HE
SPER, —A> MORF & 1 R 0] 2 55 AH i 40 i 245 v Jor
B gL S B . PPR R Y P KL al E1.
E2 45#5 5 MORF £ 1 Ay N i 5 H (] X ELAf:
AN A v R EAE &K,
MORF & 138 7] 5 PPR A 1 Y L 35 BAE , 3]y PPR
HEEAMS L P IT R S PRI ES, B PLS 4544
S5 E Y RNA 438 F o],

26 PPR EHEITHFRHS FHUHIRAEY
RNA

PPREEFIM P, L. SJ)5ar il HAT fRF i 5
MR, REX AR ET 20, JF6fiE 1> PPR
# A R IR 2 MR, Cheng 115 3, PPR )%
PUIIT e RNA Y EA R 551950 70Ul . # PPR
FEP 58 LA 1) R SR K ACTBEIE (N), WX Rz [ PPR
FEFEEE WENE , AN 22 Z IR (S) Sl =R (T), W&
ERS . BLAh, PPR )7 I e — 0 & MR e KA &
iz (D), W%k & R W e 5 B IEERS | 5 R A BERE(N),
W2k A s e o R AT R . 25 Lk, A PPR L%
() 5F AN A B Je — L R TR UL 58 T T4 & 1 RNA
Bl . BT R, SRR JT PPR1O X I o7 Y
S IR £k AR R ) RNA SR A7 i 2071

AP Ty At & T PLS & PPR 8 H , 142K
AU ARG —A S 7 59ROl i AT i e 4 A%
MRah 4, AL E AV MO I 2 S R S AR T
T 5 0 ML o 5 T J 48067 5B 3iF 5~20 M H IR 1Y
AR e PLS B PPR 4K (AR Az A 07
PPR56 ] {4 PLS %I PPR & A 43 5 1 15 51 I 42 ) A
XIEH, PPRS6 A Sh)a— M AKERMWAGS
AFRT B AE AT I 24 0 LA KL : T/S+N: A, T/S+D: G,
N+N: C/U, N+S: C>U, N+ D: U>C, iX 5 H Y Nad3
1 Nad4 it B E oo AR A1,

EAFEERNRE, XSS ILEIEAEEIA R
PPR & [, —4& P G0 M b1 76 1 2 2 M) ] g
FEZ RIS, IR I B 35 2 Bk
Mg 52 B AR . T LA T A LA 1Y 2 SRR
G — DRI R RS 4% B R A HES
AR PPR AR H 22 RARK, A AR5 i — 2D b 58X
Fhor 5Bl 583 PPR Z FI45 5 I8 Y RNA BURLHE

3 PPR &AM YNNG % & 138

3.1 PPREAXMEMEIMMEERT

JUPITA PPR SEARRR I 1R AV & B —
Ty i S s A g S AR S R = B T RE i o IR
& PPR ZIGER AR Z , (HORTR M AR 52 22 ] B Dy i
JUFEAITUA, AR R AL [F 5 PPR 2 i
HA AN MAEEY . PPR 78K 1 F R 3 H g,
EA D =7 I N = ot AN (O 32
N o8 10 N N S - = = N )
TR S A S AR A M T e R R0

TEERZ AN, SR AR —Fpk B E TRy
A HBSRIERA ., bR, SRR KHR o3k
A E G B R4l , Zad i fies,
i BRI, S 58RI 2RI H ik
PE Pt A M e A e R 4 7 60~T0 AL
IXELEL K G i (4 2 AL 45 tRNAs, rRNAs, #ZH 4
FH. EAR I(NADH AR WL . 246 11
MR C kR WA . B4 IVE G E C Ak
it )03 ATP 4 I 35 R4 (5 2% C & ) 3645

LARR Y kBB T REE, HIRRE K XT
e KA ¥, Lkifk PPR EH > T IRERI A E A
BT HE RNA Jin T AL LS S A R A b i 41
B, BEW R ALARAR NI/ T B M NADH
R m I, R AR TR EE AN
M, 205 R PPR 2 5 1Y B A RE R M E &
A1 e g R 14181 Nad1, Nad2 1 Nad4 25
FEE AW | BB AL, Nadl ¥ RER 45 & 7
&, Nad2 Z2E G | PR NALL, T Nad4
Nad5 R F 22—, JFHAELH 1S K 5
Na'/H* Wiz RA XK. I THELZEGY | |
Nadl. Nad2. Nad4. Nad5 25 4% % R 2%
4, PPR i H 35 Z FLM 2% nadl ., nad2, nad4
nads S 5 SRS EIRRE AW | SR, TS
TSEE%[}%{E&[N,H,H,ZS]O

PPR % 1 ZMEMP8 ,ZmDEK43 , AtPPR19[122252]
SR m, AW | T IEDIREAY Bl S A AT S 24l
MR ImAR 2, LR AR BRI L, S5
A AR, R R SRR AP, B3
AE R SR A R 7 SR KP4 5 o 41, OSNPPRL
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OsFlo10B " I5e A5 J5 | fy T i AL s R MK, 75
I 7 A fY) ATP 5t 3 R b R AL o
P2 1 M 45 (reactive oxygen species, ROS)TE fil &
) 40 i A5 M FE T (programmed  cell death, PCD)
i e M, @, PCD MIRFLE S IT 4G,
SR Y HLRN AN IO PPR 288 A T4 Ak B R Ak ok
RS, SFEGEA R ROS, 52 ARFLH
WP A BB L 2 A2 PCD, X 2 T4 ek At i 2 11
f 3 2 BT LA RE L T ZRER B PPR 2K 11 28 A8 3
S TR R A 4 i A, WL, Zekifk PPR
REBL G RIS, S FELRIR LT ZH, Fi
LRLRTIRE
AN, e AORE A E R 25,

HEHFAM ALY 100 NEFAELT, XEIHEES
AR . ATP A R0 5 b 28 11 A0 % 3 R A
REfd B, RS SR T 2O A TG e

i 3FE W PS 1. PS I 1 Cyth6f 41/, PPR & [
HCF15211 MRL1M | PGR3MI4: 57y | i i 5
Hef TR E GRS G SRS I T, AT v
B ERIR K T S H kA ATP A B TR WA
B — A2 WERE &K, BRI EER R 7L
BB A BT K ADP B 4Ly ATP, 44k ATP
AW CFo fll CFL MRHe 4l A, Horp i 2 i3 [N 5
5503 7= A T WA 20 - SR AR Sk A atpl-
H-F-A #l atpB-EM??, PPR &[4 WSL4PI  ATP4MT]
3 3k 5 A5 T A 5L I B 1 R0 BH A, R i g fk
ATP (4 BT RE s DEAh, SRR i b 77 e 4
REIRHA clp 2614 HH4tE RNA RE[IE G145

DR — e Bl R 1 PPR 25 11 WSLE? . CRR2!°T

CLB19MNy 5 45 S M 1% B3R A2 4K mRNA 4

3.2 PPREBEHMMZPHIIIAE

A —2HEIR Y PPR ZE [, 0 4H 7 47 F 40 i A%
fI4% GRP23, PNM1, SORA1 FI OsNPPR1, Hrf
GRP23 HEf TN, 5 RNA KA 115 1
HAE, 2SR, PNML SUE O T 40 i A% fk
Rk, HRIRKBOIEERR LSRR E A XK,
TEAN A% PNML AT 556 5% TCP BAR, L
A S A B I T AR AR 6 A% 3 R 6 14124 GRP23

S0 Mik% RNA AR 13 11 5EAE, PNML 548
A% 55 P F TCP8 Fil NAPL T AE, #iH] PPR & fif
TN TT LASE M A% mRINA (95 55 RS 5 I 5k
TR BLAh, TCP8 &% 5% P FHe S M I % 5k 5 bR &R
P R A i A K X 0 40 R A 5 R 20 338 A 2 7 4
ffLAZ 1 PPR R 11 Al fETE i 2 55 0 v 1 4H i 25 1 A% Sk
B sk et 2, S 5 M mha fe . 7
KRG, OsNPPRL J& & T4NiiA% i PPR & 11, 0
Hisgm 7 RRRRIIRE, BMATRERESS T 9
w5 2R A R R G 3 PR A Sk S R 9 T T 422 5 T
Lok kB8, SOARL RUE o T 20 B A% i 5,
%25 ABA {55, fEHT ABARL TiiEfl ABI5
3ol

4 PPR JjhgJ

RILRGLER TKFE . K. BRI PPR &
HZ 5535 REN S FHLER MR R, PPR &
S 5% AEFTHNEETLSR, g
AR, XHEYRIEF KA RN T4k,
PPR Bt M IIREMI SR iR £ . (HJ, 3 —2Lk
HE BRI P (D)JE K PPR & H R
BB AU E 100 244 dR B BRIk (2) E
FE+BUEY) PLS PPR 25 45 S R G | 48 55 4 48 B 11
S FALELA AR A, () NWAT LR E h e &
1 ORF138 (& ftle i, & B MAKE A Rfo 1)
AR, SAAFEA TR D E TR HE,
ANEALEN B BUORNE MR, ORF138 4 54 7 i A
ZRW, BRS S BN, ER R B AL
HIEARTER; (425 RNA WIEIZRAA PPR F X
DI EIBL R A K 5 (5) H AR 8 =k X PPR10 943+
T RGRIGE, R T A REfFAER) PPR 7Y
JEILEA R g B EE T PPR R4 A
ZIGRSF A ZE R, BTLL %5087 Jf AN IE
A PPR LY, 25 SRS W i i 45 & 7 ST
WHFRE.

AR FE DR IR B Rk, TR EE PPR GG AL I P
[l TAF, BF5E PPR H 1 AT A [ 42 il 200 Jf 25 56 DX i 2%
ik, RAAAY TREEAR, B RIEYOLEER RN
WA FH a2 R B (AL S0 Ll
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