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Abstract: Meiosis is the key step in eukaryote sexual reproduction, while chromosome morphological
behavior changes throughout this process. In recent years, based on advanced molecular biological
technologies and cytological experiment methods, much progress about meiosis in the unicellular model
protozoa, Tetrahymena thermophila, has been made by evaluating of mutant cell lines. This review focuses on
the function of genes that are involved in chromosome changes during meiosis in T. thermophila, which
might provide useful information for understanding the molecular mechanism of meiosis.
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M FREAEE AL F R RS 1), EAMURIE T
AR ARTE IR A=) A AR AR AT 2ot o R v e £ 4
FH AR R, RN AR R b )i
AT REAR AR A T SR I TSR . BLAR DAL
OrBAAE S B A CRF AR RO IER), H
JEAE Y M SCRZ A ) S A B R SUAF G [
Z o PR A SO AR 2 iR AR By 4 g B D JEE e
(Tetrahymena thermophila) A HIF 57 %) % (K9 K
Oy BT R AT ERIR

W AU S H ) 2 A A R ) R K
KA (2F 20100, ERIETLEBIIHEEN
JEE T DY RS R B g (PRZiSy 1999). WE
FADY 8 U T i SR AR R R T RERF L I A R
BXR: 1) 5 TSciian o palins 7z, BhEd
FEPR, BE AT, 2.5~ 3.0 h B S5 —4X
(Collins et al. 2005); 2) FIl ] T 37 [ 40 i 4%
P/ B HNE S K NPT e s B A5 1A 8 P
iz B AN NS 2 3045 4F (Turkewitz et al. 2002);
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3) CHAGAREERAA., Hxdl ., EH A%
fi . (Miao et al. 2009, Xiong et al. 2011, 2012,
Tian et al. 2014), I JL-H4ER LARg A I i
BAEY), PR — R ar RFET T 2 i
137 —SEE R, N G (O AR iR 45 R
i $ E 1) A BRL (Blackburn et al. 1978, Greider et
al. 1985), ¥ &I (Kruger etal. 1982),
— AN Bk B J) & B B &K B (Gibbons
1963), ZH 4 1 S EhAL R 5 12 1 D e i) e R
(Brownell et al. 1996) %%,
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Fig. 1 Life cycle of Tetrahymena thermophila (from Orias et al. 2011)
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Moo FEATPEATARY B, HAAFAH R CFE %IJ)
ARG U 8 R A S = Hh e DU AL BE 2

FH 128550547 (1) 45 G A0 n]AH BB J'T}i'ﬁf

AR o S EATI N 5 R A o 3R

BJE T RIC 7%, o 7% dk 27 22 7 2 1
PN/ BT A S A M 2R
gt s ARG T, &
THREUAT 2293 RN R B T3 AR B KAZ AT /N
¥ SRR TR A AR AR, dwm 35 (R 4l
W TE AT — IR = 2 RS AR B A
A AR 2 Ik (24F 2010, Orias
etal. 2011). W& Uk A P AR R

2 FERDURRE KRB R RE

W PR DY 7 58— ORI R o R4 i,
IR R AEBE R, BTN SRR /s
TR TGS AR 55— gkl o0 2 Sk — 22 4
434 6 NrBE (Sugai et al. 1974, Martindale et
al. 1982): Stage [ AZNIBCXS I, Stage II
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TEER— RO 2, Ge AR TE B Ton — F‘
s AR — U 205 W, RIS Gt ik oy
TEEE AU 25 W, TR S @ﬁﬁﬁiﬁzﬁ
2 (& 2) (Loidl et al. 2004, 2012).

g AR DY MR e A AT I R i R rp g — S8 8
FVRHIE . B, R TR AN S I A A A
R LRI, 3 GL . S . G2 . It
W TEIRE T RGP B, /MZIT DNA XU
BEWT 24 (double-strand break, DSB) 7|7 DNA
ith, g ERT, MEh K
41K 1175 H Rk (Mochizuki et al. 2008, Loidl et al.
2009), Fr it R B2 dme K AT IA B LR EAR Y
50 f% (Ray 1956, Sugai etal. 1974, Martindale
et al. 1982). A7 — A EFAHFFALIE, L
Petifh AT B 5 5 4 (synaptonemal
complex, SC) (Wolfe et al. 1976, Loidl et al.
2004, PrLh, WEHADYMRE R R EHRSE S

1 (SC) Z5 14 Rk El 7 240 A2 AR B SE B Kk
g S BE T [ BeIII FirBRIII - IV
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Fig. 2 Nuclear morphological changes in meiosis of Tetrahymena thermophila (from Loidl et al. 2004)

4, 6- "5 FE-2- R IEMIEGL (A bR 10 pm. 4, 6-diamidino-2-phenylindole staining; Bar: 10 pm.
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Wk, WEHADY Rt g oy 240 R AR O [
KEDEeMA R O T2 . LU LA
DU 5 R ek By 28 T G AR AT AR AN
Xof I B B e ek 73 SR R S HLAH DGR DR T fig
AT
2.1 [RIVE G AR R A X

T g PP B b gk B o 24 AT I, M s il
FU A S BH e 10 A 1 i 6 2R A A R A — S
(Loidl etal. 2004), A5 2ZRiRAAE ), B
A ifE R (bouquet) 444, X AP &5
Fag AT M) 38 A DU 2 el oy 1t b R 4 €
AR BN B RIS EZH (1) & 4= (Loidl et
al. 2004, 2009, 2012), MHAEVFZ I
IRt ERSF ) (Scherthan 2001).

22 FEREAREA

221 XWEWIRMEARLE FZAYEE)
Z A FAF RS T XERTRE (DSB) ITE R
MUK (DSB) s H—N AL 1T 0 4h S 4
fitg 45 KJ ) SPO11 ( SPO11 meiotic protein
covalently bound to DSB) 4 AL T 7 AE 1
TEJLT A BB, SPOLL B & I oy
45 ({4 <Y 2K 1 (Bergerat et al. 1997, Keeney
etal. 1997). FEHIUJK dt N A7AE SPOLL F[R]
LR, bR SPO11 BE[H, A XUEEKTE (DSB)
TSN, AMEARER MRS HAR, AT
B JE ARAE G ™ E T £ (Mochizuki et al.
2008).

222 WEWRAE WEHEKR (DSB) —
#7577/}, MRE11 (MRE11 meiotic recombination
11 homolog A) F1 COM1 (completion of meiotic
recombination) /SAE2 (sporulation in the absence
of spo eleven) Fx IR AEAHEAEH, X AUBERTRE
(DSB) HEAT I L ARFE DA™= A= Je i i 371y ok
DNA B, XA FHXEENTA (DSB) HiE&E
PRpt TIERL, LRI R4 R 2 B AL A
DR WERDY B LN /77 MRELL F
COM1/SAE2 RIS, i HEATAgHE x4l
RISTEB ARG A FH M BURE ik (Miao et al.
2009). #Ek% MRE1L A1 COML JE[A, & B A

i SRR R AR A AR AL, 4 ey s B A
BT R, WUEERT R (DSB) ik
B, TR G (AR X 5K PR A, 31X 13 1]
MRE11 i1 COM1 & [ AN 2 g FAPU 5% e 7 ik
oy ZAN AT AUBE T (DSB) &K T /16,
A w2 5 7[R I 4 6 4E 1o
(Lukaszewicz et al. 2010).

223 XEWMRERESHR TR HERE
YN, RAD51 (RAD51 recombinase) A1 DMC1
(DNA meiotic recombinase 1) £ [ 45 & 16 Wk
Wi (DSB) ) 3'H.%E DNA K, HOP2
(homologous pairing 2) F!1 MND1 (meiotic
nuclear divisions 1 homolog) ZH .11 25 1 5 &4
Falfl RAD51 Fil DMCL (4 &4k 4, Bkmaah
WEEWTRE (DSB) WIMESL, GLtt R IT a6 [R5 &
1R (Neale et al. 2006) ., FE FPU ik bt iy 17
EMW A Y RecA ZK % i B2 AU (1) 8 E i
—RADS51 1 DMC1. RAD51 H:[KI7EREH Y
JEC B A KR A AR B I B R A R Rk
DMC1 JIJ it g FA DU 5 e gk K 73 SRS 3 K A S
k. WEIPUEE H N IEA7AE 5 HOP2 il MND1
YRS A, HIEAW0RE L, 5l
4 HOP2A F1 HOP2B, LK. MND1-like A F1
MND1-like B, HOP2A il MND1-like A %X 7
FE A AR R K0, HOP2B Fll MND1-like
B JL DRI/ A I JURH A A I S e AR R IA
(Miao et al. 2009). BtAk, 42 s /% B
RAD51. DMC1 H1 HOP2A DK i b st 4 2
Jei . FAR G MRk S5 45 B AR B — U o 2T
(A7 1] (Stage VI Srh i a], Jetafkr
EHEATIE #1945 85 . RADSL JEPH il fs, ikl
0 MR AE IR T FE R OOUEE T 2 (DSB) ok
WOEHBE, X RADSL H A 2 E # g i
HYRH G 2T I T (DSB) &5 i b 75
[¥); DMC1, HOP2A JERI bR, bR an apk
LEPREL > S FE P AEEWT 2 (DSB) g 11 %7
MBS, ARJRAE S — IR 3 R P I TC W 1k
I 1 AR B4k, IX 308 DMCL Al HOP2A
D bR T BOWEEWT 2 (DSB) FEANIE i [F] Y5
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FHRATIEE, FTLL DMCL fl HOP2A & 1
[F) 5 4118 52 XU EE T ¢ (DSB ) JiT b 5 1
(Mochizuki et al. 2008, Howard-Till et al.
2011,

224 [FEEHAR=Y: X (crossover, COs)
FIFERE X (non-crossover, NCO)  {EKZ %
IEAZ D, RO NAR BN 56 2 1) 0 A
HAEH G 28 Be— AN e 1) 8 R i i 2 44
Cholliday junction, HJ), FEAHERA (HD
SPEPIMEA ), ARAS XE A PIIAE X
AW H A R TR RE R > . AL
XEM Y] & HPFREI R, 1 RIgEH
[I2KiEE. 1 2RI T ZMM [ZIP1(zinc
interacting protein, ZIP). ZIP2. ZIP3. ZIP4,
MSH4 ( MutS homolog 4). MSH5 ( MutS
homolog 5). MER3 ( ATP-dependent DNA
helicase homolog protein) 585 4 1 1 71146 5]
RYVEA, FHERRE D RS E A (SO
(1 T8 BT B A2 B4 7= %) (Bishop et al.
2004, Borner et al. 2004). I KB HEAUMT
ZMM i H, a2 E i MUS8l ( MUSS1
endonuclease homolog) -EME1 (essential meiotic
endonuclease 1 homolog 1) ¥4 PN U1 ()4
HE B EA ), XA TE R
HEEAA (H)) X—F1H =4 (Boddy et al.
2001, Osman et al. 2003). 7EREH Y dHh,
KA KRB RIS Ak (SC) 45411 ZIP i
MER3 [AJiidH: RERKIT MLHL (MutS
homolog 1) A1 MLH3 (MutS homolog 3) [
PEHEEDS, HRRBR e A I8 S B R B
S (Lukaszewicz et al. 2013). {HJE, mgH )y
ik s N A7 MUS81 FIl EMEL [ A, A
i 47 76 SGS1 ( bloom syndrome protein
homolog) IIIRIVE 1, BT IR BRR R AR 2K
L, FEBE — RIS R T AN IE 5 A
AGLAOAR, AE SR — U 25 TR Y e (o Ak
TEIER 8, ARG e . XU
] MUS81. EME1. SGS1 2K [1/&mg Iy i
TEIREL G 2 T W B S B 2 740 P

T (Lukaszewicz et al. 2013). 454 Wg Hh Iy jist
BBz 1 RiEprhRERENRSE G (SC)
ghky, HEMRE DY IR T BeZE th 1T Rk TE
RS X A=)

B P fi55 . MSH4 T MSHS (1) [ 25 11 R
PRI 53 2 R AT A 1) Dy e e LA ) i 2 AN
—HEMI . AE MSH4 B MSHS 3 DRIl ik v mg 3
SRR — IR 2 ) AR ARG AR R TE
AT E D, T T IR A I A5 AR LA A
Gk, & XEM YN ECE TR N . L,
FERG DY s MSH4 R MSHS Sl 2 Aot
— AN BE A XCHE A Y Rk )

(Shodhan et al. 2014).
2.3 REEKHE

PeAARI 73 BHLEIE R 2 E AL B RN
ST LUBLR ST 1), [RIVR S (AR 40 B R IR e (1
B[] 43 A0S A 30 ot 3% 2% (cohesion ) Sk 1T
FE R LML BFE SMCL Cstructural
maintenance of chromosomes, SMC). SMC3.
SCC3 (sister chromatid cohesion, SCC), LA
— MRS a-Kleisin KIBEIE . {5 22503
kR, a-kleisin KKK & 1 3204 SCCL; 1
WE R FE R, SCCL B A A/ & I H
JH 1 REC8 (meiotic recombination protein)
FTE 4L (Nasmyth et al. 2009) . 7Eyki s> it
) 5 WA R I R, i Sl ESPL1 (extra
spindle poles-like 1 protein) %Y@ Ek%E 21—
NP REC8, WRFNERMMEM, FEIRVR
GO AR RIBAIR G (O PR ) 7328 (Uhimann et al.
1999, Buonomo et al. 2000).

T g A DY 5Ly H 4k B — A f B
o-kleisin Z5 1) [FJJ5 5 11 REC8, 'EAEAT 4257 %4
HMURE I R RE RS, I B T
5 SMC1. SMC3. ESP1 & [ 1 25 115t
SMC1 5k REC8 A [l 2k 25 T g #A Y fist
TR — IRE T R P IR (AR AN e 2R A, A
WA i £ 28— Rk 2 1) v 1R s 391 1)
MK (DSB) AREMIEHE R, [FELA
PRTC XS 22 BRAIG o ESPL JE DA PRy i B A5 743 08 4 DY fi
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HUNMZ R R B8 AL S — U 2451, TR
PEGOARTEIESr B (Howard-Till et al. 2013).

3 WERY R B Al A AR MR
HEHR A

KEBIr HAZEIN S 5 Jl o O R
OIERDEAER ARSI R 1 A4 TARRIF R R
% AE I ES o3 R R A O R PR 3 AT 0L
145 N 2% (Homo sapiens) . /Ml (Mus
musculus). #1FF7F (Arabidopsis thaliana). 75
i B kT2k gt (Caenorhabditis elegans). i 54
I ( Drosophila melanogaster ) . % 4 %

( Saccharomyces cerevisiae ) . 4 bH %
(Shizosaccharomyces pombe) LA K & H Iy fist
(Ramesh et al. 2005),

AN EAZ Aoy R R, BRI
AR R EE, YRR (Bl ZEE
P ik, ZABAIERE. FSITRRAFER . PRI

AR ARG AR By R R
#f72 H SPO11 #HJH 31K (Dernburg et al.
1998, McKim et al. 1998, Cervantes et al. 2000).
/NN ZE ) SPO11 £ 111 48 Hh v] 22 B P14 H]
JE K SPO11a F11 SPO11B PIANEAL (isoform),
I AR S AT nT RS B9 41 e A g 11 1
L Ja#E E BB R (DSB) I
1% (Romanienko et al. 1999, Bellani et al. 2010).
ELE SR, SPO1L AT 3 ¥ L,
AtSPO11-1 FIl AtSPO11-2 J&: k7> 24 w4 46y
FrasZiiy, AtSPO11-3 5 DNA HIEHEH %
(Hartung et al. 2000, Grelon et al. 2001, Stacey
etal. 2006, Hartung etal. 2007). 7EfELEH, X
W (DSB) MIERUSFERR T SPO11 SR 2
HMEF 9 MEHZS (Fll RAD50. MRELL
8D ATATT N BE R PR AR S £ M YR AR 53 2 1)
FFE (Keeney 2008). 7EFEH Yt
SPO11 H HAXA —M4% UL, fiEfk ™/ DSB 245

R 1 AFAREZEDRE G RY B O R K RERF I

Table 1 The expression of key genes during meiosis in different eukaryote organisms

SR N /N M%?F_ %mﬁéﬁﬁzﬁ nz%m;g R B _ LN B I Y i et
Gene Homo Mus Arabn@opsns Caenorhabditis Drosophila Saccharprpyces Shizosaccharomyces Tetrahymgna
sapiens  musculus thaliana elegans melanogaster cerevisiae pombe thermophila
Spo11” + + + (3 + + + + +
Mrell + + + + + + + +
Rad50 + + + + + + + +
Coml/Sae2 + + + + 0 + + +
Hop2” + + + 0 0 + + + (2
Mnd1” + + + 0 0 + + +(2)
Rad51 + + + + + + + +
Dmc1” + + + 0 0 + + "
Mus81 + + + + + + + +
Mms4/Emel + + + (2) + + + + +
Msh4" + + + + 0 + 0 +
Mshs” + + + + 0 + 0 +
Sgsl + + + (6) + (2) + + + +
Rec8” + + + + + + + +

AE 7 [RIE R R IS RN WIRE R R IR <47 FORR A AR H RZE R BRI JSE R, 5 T R H SRR BT
VRIEDILEDITl A ROPE DL “07 oWl AN AEAE H IR E R R R PR TR o AR AN AE T 00 5 i 7 SN SRR 2R A

The symbol of “+” indicates meiosis specific genes. The symbol of “+” indicates whether the species has a homolog gene, and the number
in parentheses indicates the number of gene copies. The symbol of “0” indicates there is no homolog gene in the species. The table includes partial

relevant genes associated with meiosis.
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W A EA LR

HR, AU TR I B4 A 2 AN
R, XUBEWTZE (DSB) A i b P I Rl o
5% (Penkner et al. 2007, Uanschou et al. 2007),
MRE11 J&— AT 3'— 5K W VBT M 1 2
1 (Keeney 2008), ‘EMNHRFHEEN) 270
T REZBNEZAED T, {5 DNA ZHILL K
22 ZERRE Y 24 W EE K 24 (DSB) 165
T E AR FFEERIER (Rupnik et al. 2008,
Borde et al. 2009). fEFREHPUREiF, MRE11
FE AR XEERT RS (DSB) [ K 3 b B A1 7 3]
TAEH.

TR, 1E 2 HOUL AP G AR RS i 72
t, RAD51 fil DMC1 & AR EEHITEH
FEZFAEEE R, RADS1 fil DMCL Al AELE R
THEOLR, AMEPL Gk DMCL AT IR E AL
(Bishop et al. 1992). {EZ45fEE+, DMCL
FEDR e b F ek A8 R AL == AR, X
WV ELERIYEE A R B4 RADSL AR
7 DMC1 [FEH (Grishchuk et al. 2003). 74
FIIFH, DMCL J [RS8 BRAE 55— IR IR 5 34
HOE R AR G AR, AT A A 7))
(Couteau et al. 1999); RADS51 JEHI 545 FE 1,
BARXEEWT 2 (DSB) S#fIEHEE, HE—
DR 2 IS T R BOIR I B 4k (L et
al. 2004) . FEHPUJE Ly RAD51 Fil DMC1 2[4
1 Y SR NG Y S N I RS NS DA | S BN )
(Howard-Till et al. 2011), #EHrE Hh Py i o iy
ff) RAD51 #il DMC1 Yjhgn] fig 54 rd 7+— 3o

RIG, HOP2 JER7EVFL U /EY) (Hedn
FERE. AR WFLAIAE) e AR R,
{EZE 7 PRI LM RN 75 T B 25 d b 210 A 4R 2
HOP2 1 DMC1 () [R]J5 A5 ] ( Saito et al. 2004),
DU I A A T B e LAt 1 g R MEAT R
Y, R HOP2 F1 MND1 & i s — 5%
WEEWSAEH TR (DSB) N it
F (Neale et al. 2006). 3 rd 7+ 11 HOP2 JE[A]
R, FEPREREENT R (DSB) ASHiiBE,
S URIRE 25 AR [RIE e AR TE VR IR o

2 (Schommer et al. 2003). /)il HOP2 #il
MND1 A HAEHI G B B A A AT LLAR €
RADS51 1 DMC1 &5 () H5E DNA, 1y Hid 2
9k BB DNA A2 XUHE DNA [ BE )
(Petukhova et al. 2003, Chi et al. 2007, Pezza et
al. 2007, Ploquin et al. 2007), X 55jrgH Py st g
M HOP2 [ Dy He AL

e, ANFEIUAZADI RIS E 24 )8 K
TT A, ZFRERERE, U ALY,
R SIS 5 s G R ) 1 &
(Abdullah et al. 2004, Berchowitz et al. 2007,
Holloway et al. 2008); W& H U JI ty b5 R85 1 B
WA TS Ak (SC) 454 (Loidl 2006),
IRA AT RE A 1T 2R@AK I BAs AL ™)
(Smith et al. 2003); F5 W AT 2k R 15 A
Wi, EAR TR T @At e s 4 ™
W), ABEEATIAE I I AR o B FH A [R] 1 i 25 il
(Zalevsky et al. 1999, Kohl et al. 2012, Saito et
al. 2013). HI T KE > FAZEWISER T
RIBALARTE A AL, At 11 2Kk
NG A% AR T BRI A AL i it
PRI, MO T2 1 TS 5 R 2
A2 DNA MBI, Frb s i
WA TR0 HE A b B0 R R 1 i 12
(Kohl et al. 2013).

4 VEFRIU R B g E A R SO AT R
B 1A AR

L5 At SR AR A 1) sl A 284 L R AH
Pt W& AU B HL e (o ARA T o0 S Ry 1) AR A 3L
AR A (SC) Hike, A3 R i
BN — AN A O E AR AR RIS A
IR R GO AR RORCRT . AR B R

TIAN, IRE R TAN RE SR PR T e R
LN A, S BRI N D fiE .
FOMRIE DR R BN i i, s thedi4l
BRI R 2 T A IO A, T
PRE A SR I b P00 R A 00 1) 2 A L A
PR A 1 TR s B OGIE I R A 1
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[ U] 7 W A DU O i RN R R, (R i
FEFIEZAT LR PRI BRI, ] e
DI R A 0 e A i R A
X > B R K RO M S5 AR ABIE 5 o

2 % XX W
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