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Abstract
Investigating	how	seed	germination	of	multiple	species	in	an	ecosystem	responds	to	
environmental	conditions	is	crucial	for	understanding	the	mechanisms	for	commu-
nity	structure	and	biodiversity	maintenance.	However,	knowledge	of	seed	germina-
tion	response	of	species	to	environmental	conditions	is	still	scarce	at	the	community	
level.	We	hypothesized	that	responses	of	seed	germination	to	environmental	condi-
tions	differ	among	species	at	the	community	level,	and	that	germination	response	is	
not	correlated	with	seed	size.	To	test	this	hypothesis,	we	determined	the	response	of	
seed	germination	of	20	common	species	 in	 the	Siziwang	Desert	Steppe,	China,	 to	
seasonal	temperature	regimes	(representing	April,	May,	June,	and	July)	and	drought	
stress	(0,	−0.003,	−0.027,	−0.155,	and	−0.87	MPa).	Seed	germination	percentage	in-
creased	with	increasing	temperature	regime,	but	Allium ramosum,	Allium tenuissimum,	
Artemisia annua,	Artemisia mongolica, Artemisia scoparia,	Artemisia sieversiana,	Bassia 
dasyphylla, Kochia prastrata,	and	Neopallasia pectinata	germinated	to	>60%	in	the	low-
est	temperature	regime	(April).	Germination	decreased	with	increasing	water	stress,	
but	 Allium ramosum,	 Artemisia annua,	 Artemisia scoparia,	 Bassia dasyphylla, 
Heteropappus altaicus,	Kochia prastrata,	Neopallasia pectinata,	and	Potentilla tanaceti-
folia germinated	to	near	60%	at	−0.87	MPa.	Among	these	eight	species,	germination	
of	six	was	tolerant	to	both	temperature	and	water	stress.	Mean	germination	percent-
age	 in	the	four	temperature	regimes	and	the	five	water	potentials	was	not	signifi-
cantly	 correlated	with	 seed	mass	or	 seed	area,	which	were	highly	 correlated.	Our	
results	 suggest	 that	 the	 species‐specific	 germination	 responses	 to	 environmental	
conditions	are	important	in	structuring	the	desert	steppe	community	and	have	impli-
cations	 for	 predicting	 community	 structure	 under	 climate	 change.	 Thus,	 the	 pre-
dicted	warmer	and	dryer	climate	will	favor	germination	of	drought‐tolerant	species,	
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1  | INTRODUCTION

As	the	earliest	life‐stage	transition	seed	germination	is	a	critical	stage	
in	the	life	history	of	plants	because	once	seeds	germinate	seedlings	
either	 become	 established	 or	 die.	 Furthermore,	 seed	 germination	
may	increase	plant	fitness	if	animals	or	pathogens	attack	seeds	more	
than	 seedlings	 (Wenny,	 2000).	 Timing	 of	 seed	 germination	 deter-
mines	 the	 conditions	 for	 subsequent	 seedling	 establishment	 and	
plant	growth	and	 thus	 is	a	crucial	component	of	 fitness	 (Donohue,	
Casas,	Burghardt,	Kovach,	&	Willis,	 2010).	Consequently,	 germina-
tion	 should	 be	 triggered	 by	 environmental	 cues	 that	 indicate	 the	
onset	of	conditions	favorable	for	seedling	establishment	and	thereby	
provide	the	opportunity	for	subsequent	adaptive	divergence	to	re-
duce	extinction	risk	(Donohue	et	al.,	2010;	Willis	et	al.,	2014).

Although	 germination	 response	 to	 climatic	 factors	 has	 been	
investigated	 for	 alpine/subalpine	 species	 at	 population	 and	 com-
munity	levels	(Cao	et	al.,	2018;	Cavieres	&	Arroyo,	2000;	Giménez‐
Benavides,	Escudero,	&	Pérez‐García,	2005;	Liu	et	al.,	2011,	2018;	
Shimono	 &	 Kudo,	 2005;	Wagner	 &	 Simons,	 2009),	 knowledge	 of	
seed	germination	response	of	species	in	temperate	desert	regions	is	
scarce	at	the	community	level.	Knowledge	of	differential	responses	
seed	germination	within	and	between	species	in	a	community	is	im-
portant	 in	predicting	community	composition	under	future	climate	
conditions.

Variation	in	germination	between	species	in	a	community	can	de-
termine	community	structure.	Plants	have	evolved	strategies	involv-
ing	both	predictive	germination	and	optimization	of	their	fitness	such	
that	 some	 seeds	 germinate	 in	 the	 current	 environment,	while	 oth-
ers	remain	dormant	and	thus	hedge	their	bet	against	unpredictable	
conditions	that	are	not	favorable	for	seedling	establishment	(Cohen,	
1966;	Gremer,	Kimball,	&	Venable,	2016).	In	the	desert,	germination	
in	different	environments	with	distinct	water	and	temperature	con-
ditions	is	a	risk‐spreading	strategy	(Gremer	&	Venable,	2014;	Snyder,	
2006;	Venable,	 Flores‐Martinez,	Muller‐Landau,	Barron‐Gafford,	&	
Becerra,	2008;	Volis	&	Bohrer,	2013).	Furthermore,	variation	in	ger-
mination	requirements	of	desert	plants	at	the	community	level	may	
allow	 species	 coexistence,	 since	 it	 can	 contribute	 to	 temporal	 dif-
ferences	 in	use	of	 resources	 such	as	water	 and	nutrients	between	
species	and	provide	a	buffer	against	extinction	in	the	unpredictable	
desert	environment	(Ellner,	1987;	Gremer	&	Venable,	2014).	In	addi-
tion,	the	differences	between	species	in	conditions	required	for	ger-
mination	can	result	in	different	combinations	of	annual	species	at	the	
same	site	in	different	years	(Chesson	&	Huntly,	1988;	Venable,	2007).

Seed	germination	 is	sensitive	to	environmental	conditions.	Seed	
germination	can	occur	only	 in	 response	 to	 specific	 combinations	of	
environmental	cues	present	in	the	field	such	as	temperature	regime,	
precipitation,	or	light	(Donohue	et	al.,	2010),	although	after	dormancy	
is	 fully	 broken,	 seeds	 of	 many	 species	 can	 germinate	 over	 a	 wide	
range	of	conditions.	Temperature	requirements	for	dormancy	break	
and	germination	have	been	the	focus	of	much	seed	ecology	research	
(Baskin	&	Baskin,	2014;	Finch‐Savage	&	Leubner‐Metzger,	2006).

Seasonally	 fluctuating	 temperatures	 are	 an	 important	 factor	
determining	germination	time	of	nondormant	seeds,	and	species	in	
different	sites	show	different	germination	behaviors	in	response	to	
temperature	fluctuation	(Liu	et	al.,	2013).	For	instance,	species	dis-
tributed	at	high	elevations	(>2,000	m)	on	the	Tibetan	Plateau	did	not	
show	a	significant	germination	response	to	temperature	fluctuation,	
whereas	those	distributed	over	a	broad	elevation	(both	high	and	low)	
had	a	significant	positive	response	(Liu	et	al.,	2013).	Thus,	studying	
how	fluctuating	temperature	(seasonally	or	diurnal)	affects	seed	ger-
mination	of	species	in	different	ecosystems	can	provide	valuable	in-
formation	for	understanding	community	structure	and	biodiversity	
maintenance.

Seed	germination	is	also	related	to	seed	traits.	One	of	the	most	
studied	 regeneration	 traits	 is	 seed	 mass,	 which	 varies	 consider-
ably	 among	 and	within	 species,	 reflecting	 the	many	 evolutionary	
forces	 acting	 upon	 this	 trait	 (Leishman,	Wright,	Moles,	Westoby,	
&	Fenner,	2000;	Moles	et	al.,	2005).	At	 the	global	 scale,	environ-
ments	with	stable	climate	are	expected	to	select	for	and	be	domi-
nated	by	taxa	that	produce	relatively	large,	fast‐germinating	seeds,	
while	relatively	small	seeds	should	be	adaptive	to	and	predominate	
in	seasonal	habitats	(Rubio	de	Casas	et	al.,	2017).	Species	with	small	
seeds	have	high	temporal	variation	in	germination	that	spreads	the	
risk	of	extinction,	and	large	seeds	produce	large	seedlings	that	per-
form	better	than	small	ones	under	stressful	conditions	(Kitajima	&	
Fenner,	2000;	Pake	&	Venable,	1996).	Seedlings	 from	 large	seeds	
usually	can	benefit	 from	early	emergence	by	maximizing	develop-
ment	of	deep	root	systems	and	thus	defend	against	aboveground	
herbivory	and	climatic	 stress	before	 the	onset	of	 the	unfavorable	
season	(Brunner,	Herzog,	Dawes,	Arend,	&	Sperisen,	2015).	 In	the	
Amazon	 region,	 tree	 species	with	 small	 seeds	 commonly	occur	 in	
transitional	or	seasonal	forests,	and	large	seeds	are	generally	asso-
ciated	with	 climatically	 stable	 rainforests	with	 high	 temperatures	
and	precipitation	(Malhado	et	al.,	2015).

Large‐seeded	species	are	expected	to	have	higher	post‐dispersal	
predation	than	small‐seeded	species	(Blate,	Peart,	&	Leighton,	1998;	

resulting	in	altered	proportions	of	germinants	of	different	species	and	subsequently	
change	in	community	composition	of	the	desert	steppe.
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Janzen,	1971)	and	thus	should	germinate	promptly	to	avoid	risks	of	
mortality.	Conversely,	 small‐seeded	 species	 are	 expected	 to	delay	
germination	and	thus	be	persistent	in	the	soil	seed	bank	(Rees,	1994;	
Venable	&	Brown,	1988).	Empirical	data	support	this	prediction	for	
grasslands	 (Grime,	Mason,	Curtis,	 Rodman,	&	Band,	 1981),	 but	 no	
conclusive	 evidence	 for	 it	 has	 been	 found	 in	 other	 temperate	 en-
vironments	(Moles	&	Westoby,	2010;	Leishman	&	Westoby,	1994).

Due	 to	 low	 rainfall	 and	 high	 evaporation,	 low	water	 potential	
caused	by	drought	 stress	also	affects	 seed	germination	 in	deserts	
(Alvarado	&	Bradford,	2002;	Volis	&	Bohrer,	2013).	However,	spe-
cies	vary	considerably	 in	response	of	seed	germination	to	drought	
stress	 (Kos	 &	 Poschlod,	 2008).	 Large	 seeds	 may	 buffer	 seedlings	
from	 the	 negative	 effects	 of	 drought	 (Leishman	 et	 al.,	 2000),	 and	
there	 is	 experimental	 evidence	 for	 the	 advantage	 of	 large	 seed	
size	 in	 establishment	 of	 plants	 under	 low	 soil	moisture	 conditions	
(Leishman	 &	Westoby,	 1994).	 Therefore,	 seed	 size	 is	 expected	 to	
be	positively	correlated	with	the	ability	to	germinate	under	drought	
stress.	 Germination	 only	 at	 high	 water	 potentials	 (low	 drought	
stress)	 is	 predictive	 of	 the	 environment	 for	 seedling	 growth	 since	
high	water	potential	 indicates	 a	high	 rainfall	 event,	which	ensures	
that	seeds	germination	and	seedlings	become	established.	Thus,	low	
drought	tolerance	during	seed	germination	(a	cautious	germination	
strategy)	provides	a	fitness	variance	reducing	mechanism	and	is	ex-
pected	to	show	negative	correlations	with	other	variance	reducing	
life‐history	 attributes	 such	 as	 large	 seed	 size	 (Brown	 &	 Venable,	
1986;	Kos	&	Poschlod,	2008).	Therefore,	knowledge	of	relationships	

between	germination	response	to	drought	stress	and	seed	size	is	im-
portant	for	understanding	the	adaptive	strategy	of	plants	to	desert	
environments.

Variation	in	seed	germination	of	a	species	under	different	envi-
ronmental	conditions	can	increase	long‐term	reproduction	of	plant	
populations	by	temporally	spreading	risk	and	thus	maximizing	their	
fitness	(Philippi	&	Seger,	1989;	Simons,	2011;	Venable,	2007).	In	des-
erts,	seed	germination	of	many	species	can	only	occur	under	a	spe-
cific	combination	of	temperature,	light,	and	soil	moisture	(Adondakis	
&	 Venable,	 2004;	 Finch‐Savage	 &	 Leubner‐Metzger,	 2006).	
Germination	timing	is	important	in	determining	both	survival	prob-
ability	 and	competitive	 success	 (Baskin	&	Baskin,	1972;	González‐
Astorga	&	Núñez‐Farfán,	2000;	Venable,	Dyreson,	&	Morales,	1995).	
If	species	in	a	plant	community	respond	differently	to	environmental	
germination	cues	and	seedlings	survive,	species‐specific	responses	
would	be	 a	 powerful	 contributor	 to	differentiation	of	 germination	
niche	 between	 species	 (Schwienbacher,	 Navarro‐Cano,	 Neuner,	 &	
Erschbamer,	2012).

With	the	aim	of	understanding	seed	germination	strategies	at	
the	multi‐species	 scale	 in	 the	desert	environment,	we	 tested	 the	
germination	 response	 of	 20	 common	 species	with	 no	 or	 shallow	
dormancy	in	a	desert	steppe	to	seasonal	temperature	regimes	and	
drought	stress.	We	hypothesized	that	responses	of	seed	germina-
tion	to	seasonal	temperature	and	drought	stress	differ	among	spe-
cies	at	the	community	 level	and	that	germination	response	 is	not	
correlated	with	seed	size	due	to	the	adaptation	of	all	species	in	the	

TA B L E  1   Information	on	life	cycle,	growth	form	and	seed	mass	and	size	of	the	20	species	included	in	the	study

Species Code Life cycle Growth form
1,000‐seed mass 
(g) Seed length (mm) Seed width (mm)

Lagochilus ilicifolium LAIL Perennial Forb 6.384	(0.101) 4.48	(0.055) 2.86	(0.048)

Allium ramosum ALRA Perennial Forb 3.467	(0.028) 3.66	(0.037) 2.65	(0.06)

Allium polyrhizum ALPO Perennial Forb 1.876	(0.011) 2.50	(0.068) 1.67	(0.035)

Linum stelleroides LIST Annual Forb 1.697	(0.057) 3.94	(0.037) 2.34	(0.031)

Stipa breviflora STBR Perennial Grass 1.631	(0.017) 7.69	(0.178) 0.82	(0.02)

Allium tenuissimum ALTE Perennial Forb 1.584	(0.018) 2.22	(0.033) 1.84	(0.034)

Haplophyllum dauricum HADA Perennial Forb 1.139	(0.009) 2.35	(0.022) 1.46	(0.031)

Kochia prastrata KOPR Perennial Shrub 0.88	(0.012) 1.77	(0.037) 1.33	(0.026)

Bassia dasyphylla BADA Annual Forb 0.56	(0.05) 1.71	(0.048) 1.21	(0.028)

Amaranthus retroflexus AMRE Annual Forb 0.438	(0.003) 1.37	(0.021) 1.27	(0.021)

Heteropappus altaicus HEAL Perennial Forb 0.361	(0.007) 2.38	(0.044) 1.35	(0.022)

Potentilla tanacetifolia POTA Perennial Forb 0.358	(0.001) 1.48	(0.039) 1.16	(0.016)

Plantago depressa PLDE Perennial Forb 0.329	(0.005) 1.61	(0.026) 0.81	(0.013)

Artemisia sieversiana ARSI Annual Forb 0.312	(0.002) 1.9	(0.054) 0.89	(0.029)

Neopallasia pectinata NEPE Annual Forb 0.27	(0.005) 1.83	(0.015) 1.03	(0.021)

Potentilla multicaulis POMU Perennial Forb 0.231	(0.006) 1.239	(0.019) 0.89	(0.025)

Artemisia frigida ARFR Perennial Forb 0.106	(0.002) 1.3	(0.039) 0.57	(0.015)

Artemisia mongolica ARMO Perennial Forb 0.098	(0.002) 1.66	(0.031) 0.56	(0.031)

Artemisia annua ARAN Annual Forb 0.054	(0.001) 0.86	(0.016) 0.57	(0.015)

Artemisia scoparia ARSC Perennial Forb 0.047	(0.002) 1.01	(0.06) 0.53	(0.034)

Note.	Numbers	in	the	parentheses	are	SEs.	Annual	species	are	all	summer	annuals.	Species	are	organized	by	seed	mass.
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stressful	environment.	Specifically,	we	asked	following	questions:	
(a)	 How	 does	 seasonal	 temperature	 affect	 germination?	 (b)	 How	
does	germination	respond	to	drought	stress?	(c)	Is	germination	re-
lated	to	seed	traits?

2  | MATERIALS AND METHODS

2.1 | Seed collection

Fresh	mature	seeds	of	20	species	were	collected	 in	 the	Siziwang	
Desert	 Steppe	 from	August	 to	October	 in	 2016	 (see	 Table	 1	 for	
species	list).	The	Steppe	is	located	in	Inner	Mongolia	Autonomous	
Region,	China	(41°47'17"	N,	111°53'46"	E;	1,450	m	a.s.l.).	Vegetation	
in	the	study	area	is	dominated	by	Artemisia frigida,	Cleistogenes son-
gorica,	Convolvulus ammannii,	and	Stipa breviflora.	According	to	our	
field	survey,	there	were	38	species	in	the	steppe	we	studied.	The	
community	was	mostly	homogenous	across	 the	 steppe.	To	 study	
seed	germination	at	the	community	level,	we	selected	20	common	
species	in	this	region.	These	20	species	accounted	for	about	53%	of	
the	species	in	the	community.	Based	on	our	preliminary	study,	we	
selected	the	20	species	with	no	or	shallow	seed	dormancy	that	ger-
minated	to	a	relatively	high	percentage,	making	their	germination	
responses	 to	 environmental	 variation	 comparable.	 For	 each	 spe-
cies,	seeds	were	collected	at	the	beginning	of	their	dispersal	period	
from	10	individual	plants	that	were	at	least	10	m	from	each	other.	
In	the	laboratory,	the	seeds	were	cleaned	by	hand	and	air‐dried	for	
5	days	before	they	were	stored	at	−20°C	for	1–7	months.

Temperature	and	rainfall	data	in	the	Siziwang	Banner	from	1981	
to	2010	were	obtained	 from	 the	website	of	China	Mereorological	
Administration,	China	Meteorological	Data	Service	Center	 (http://
www.cma.gov.cn).	The	study	area	has	a	typical	temperate	continen-
tal	climate.	Mean	annual	 temperature	 is	3.4°C,	and	mean	monthly	
temperature	 for	April,	May,	 June,	 and	 July	 is	 6,	 13,	 18,	 and	21°C,	
respectively.	Mean	annual	precipitation	is	280	mm,	with	>73%	of	it	
occurring	from	June	to	September.

2.2 | Measurement of seed size

The	mass	of	1,000	seeds	was	gravimetrically	determined	by	weighing	
10	replicates	of	200	large	seeds	and	of	500	small	seeds	using	an	elec-
tronic	balance	(1/10,000,	Mettler	Toledo,	Switzerland).	Seed	size	was	
determined	by	measuring	the	length	and	width	of	10	randomly	chosen	
seeds	using	vernier	calipers	(Xifeng,	China).	Seed	area	was	calculated	
based	on	seed	length	and	width	using	the	ellipse	equation.

2.3 | Effect of temperature regime on seed 
germination

From	meteorological	data,	we	calculated	mean	monthly	minimum	
and	 maximum	 temperatures	 in	 the	 study	 region.	 Four	 tempera-
ture	regimes	representing	April,	May,	June,	and	July	were	used:	0	
/12°C,	7/19°C,	12/24°C,	and	15/27°C,	respectively.	The	tempera-
ture	regimes	for	April	and	May	also	approximated	those	in	autumn	

in	 the	 steppe.	 At	 each	 temperature	 regime,	 seeds	were	 exposed	
to	 12	hr	 of	 dark	 and	 12	hr	 of	 cool	white	 fluorescent	 light	 (about	
100 μmol	m−2	s−1	of	photosynthetically	active	radiation)	each	day.	
For	each	temperature	regime	and	species,	four	Petri	dishes	of	25	
seeds	 each	 were	 used	 as	 replicates.	 Seeds	 were	 placed	 in	 Petri	
dishes	(9‐cm‐diameter)	on	two	layers	of	filter	paper	moistened	with	
5	ml	distilled	water,	after	which	they	were	sealed	with	Parafilm	to	
minimize	evaporation	of	water.	Germination	was	monitored	daily	
for	 30	days.	 The	 criterion	 for	 germination	was	 radicle	 protrusion	
>1	mm.	Ungerminated	seeds	were	prodded	with	forceps	to	deter-
mine	whether	the	embryo	was	firm,	indicating	a	viable	seed	(Baskin	
&	Baskin,	2014).

2.4 | Effect of drought stress on seed germination

To	test	 the	effect	of	drought	stress	on	seed	germination	of	each	
species,	 polyethylene	glycol	 (PEG)	was	used	 to	generate	osmotic	
stress	 (Money,	1989).	PEG	6000	(analytical	grade)	solutions	were	
used	in	concentrations	of	0	(distilled	water	control),	2.5,	5,	10,	and	
20%	(w/v).	Osmotic	potentials,	calculated	using	the	formula	from	
Money	 (1989)	 for	 PEG	 6000,	 were	 0.0,	 −0.003,	 −0.027,	 −0.155,	
and	−0.87	MPa,	 respectively.	 For	 each	water	 potential,	 four	 rep-
licates	of	25	seeds	per	species	were	used.	Seeds	were	placed	in	a	
Petri	dish	(9‐cm‐diameter)	on	two	layers	of	filter	paper	moistened	
with	the	appropriate	solution	and	sealed	with	Parafilm	to	minimize	
evaporation.	 Seeds	were	 incubated	 in	12	hr	of	dark	 and	12	hr	of	
light	 (as	above)	at	25°C,	and	germination	was	monitored	daily	for	
30	days.

2.5 | Statistical analysis

Germination	data	were	arcsine	transformed	to	ensure	homogeneity	
of	variance	before	performing	an	ANOVA.	Germination	data	were	
analyzed	 by	 two‐way	 ANOVA,	 in	 which	 species	 and	 temperature	
regime	or	PEG	concentration	were	treated	as	 fixed	factors.	To	ex-
plore	 the	 relationships	 between	mean	 germination	percentages	 in	
different	 conditions	 (temperature	 regime	 and	 drought	 stress)	 and	
seed	 traits,	 standardized	 major	 axis	 regressions	 were	 performed.	
Germination	percentages	were	arcsine‐transformed	and	seed	mass/
area	 log‐transformed	before	analyses.	R	package	 “smatr”	 (Warton,	
Duursma,	 Falster,	 &	 Taskinen,	 2012)	 was	 used	 for	 standardized	
major	axis	regressions.

To	 determine	 the	 effects	 of	 phylogeny	 on	 seed	 germination	
response,	 we	 generated	 a	 phylogeny	 for	 our	 species	 list	 using	
Phylomatic	 (Webb	&	Donoghue,	2005).	We	scaled	branch	 lengths	
using	 known	 node	 ages	 from	 Wikstrom,	 Savolainen,	 and	 Chase	
(2001)	 with	 the	 BLADJ	 procedure	 in	 PHYLOCOM	 4.2	 (Webb,	
Ackerly,	&	Kembel,	2008).	The	phylogenetic	distance	estimates	are	
in	millions	of	years.	We	used	the	phylosig	function	of	the	phytools	
package	to	calculate	Blomberg's	K,	which	measures	the	phylogenetic	
signal	 or	 the	 tendency	 of	 related	 species	 to	 resemble	 each	 other	
(Blomberg,	Garland,	&	Ives,	2003).	All	data	were	analyzed	in	R	3.4.1	
(http://www.R‐project.org).

http://www.cma.gov.cn
http://www.cma.gov.cn
http://www.R-project.org
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3  | RESULTS

3.1 | Species and seed size

The	20	study	species	(7	annuals	and	13	perennials)	included	18	forbs,	
one	grass,	and	one	shrub	species	(Table	1).	There	was	a	large	difference	
(135‐fold)	in	1,000‐seed	mass	between	species	(0.047	±	0.002	g	for	
Artemisia scoparia	and	6.384	±	0.101	g	for	Lagochilus ilicifolium).	Seed	
length	varied	(8.9‐fold)	from	0.86	±	0.016	mm	for	Artemisia annua	to	
7.69	±	0.178	mm	for	Stipa breviflora,	and	seed	width	(5.4‐fold)	from	
0.53	±	0.034	mm	 for	 Artemisia scoparia	 to	 2.86	±	0.048	mm	 for	
Lagochilus ilicifolium.

3.2 | Effect of temperature regime on seed 
germination

Germination	differed	significantly	among	species	(F	=	131.27,	p	<	0.001)	
and	temperature	regimes	(F	=	945.5,	p	<	0.001).	Germination	percent-
age	 increased	 with	 increased	 temperature	 (Figure	 1).	 At	 the	 lowest	
temperature	regime	 (April),	 seeds	of	Allium tenuissimum,	Allium ramo-
sum,	Artemisia annua,	Artemisia mongolica, Artemisia scoparia,	Artemisia 

sieversiana,	Bassia dasyphylla, Kochia prastrata,	and	Neopallasia pectinata 
germinated	to	>60%	(Figure	1a);	at	May	temperatures	germination	of	
six	other	species	increased	to	near	40%	(Figure	1b);	at	June	tempera-
tures	germination	percentages	of	all	species	increased	(Figure	1c);	and	
at	the	highest	temperature	regime	(July)	all	species	germinated	to	the	
highest	percentage	(mostly	>80%;	Figure	1d).

3.3 | Effect of drought stress on seed germination

Germination	 percentage	 differed	 significantly	 among	 species	
(F	=	53.43,	p	<	0.001)	and	water	potential	(F	=	906.55,	p	<	0.001).	
For	 all	 species	 tested,	 germination	 percentage	 decreased	 with	
increased	 water	 stress	 (Figure	 2).	 Germination	 percentage	 of	
most	 species	was	not	 affected	when	water	potential	was	higher	
than	−0.155	MPa	(Figure	2a–d).	However,	at	the	highest	drought	
stress	 (−0.87	MPa)	 germination	 percentage	 of	 most	 species	 de-
creased,	but	 seeds	of	Allium ramosum,	Artemisia annua,	Artemisia 
scoparia,	Bassia dasyphylla, Heteropappus altaicus,	Kochia prastrata,	
Neopallasia pectinata, and Potentilla tanacetifolia	 germinated	 to	
near	60%	(Figures	2e	and	3).

F I G U R E  1  Seed	germination	of	the	20	species	at	(a)	April	(0	/12°C),	(b)	May	(7/19°C),	(c)	June	(12/24°C),	and	(d)	July	(15/27°C)	
temperature	regimes.	Bars	represent	±1	SE.	See	Table	1	for	species	code
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3.4 | Relationships between seed germination and 
seed traits

Mean	germination	percentage	 in	 the	 four	 temperature	 regimes	
and	the	five	water	potentials	was	negatively	correlated	with	seed	

mass,	but	these	relationships	were	not	significant	 (Figure	4a,b).	
Similarly,	 mean	 germination	 percentage	 was	 negatively	 corre-
lated	 with	 seed	 area,	 which	 also	 was	 not	 significant	 (for	 tem-
perature:	R2	=	0.055,	p	=	0.318;	 for	water	potential:	R2	=	0.103,	
p	=	0.167).

F I G U R E  2  Germination	of	seeds	of	the	20	species	incubated	in	light	at	25°C	at	water	potentials	of	(a)	0,	(b)	−0.003,	(c)	−0.027,	(d)	−0.155,	
and	(e)	−0.87	MPa.	Bars	represent	±1	SE.	See	Table	1	for	species	code
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Blomberg's	K‐values	for	mean	germination	at	the	four	tempera-
ture	regimes	and	the	five	water	potentials	were	0.166	(p	=	0.076)	and	
0.11	(p	=	0.416),	respectively.	This	indicates	that	phylogeny	does	not	
play	an	important	role	in	determining	seed	germination	in	the	desert	
steppe	community.

4  | DISCUSSION

In	our	study,	species	responded	differently	to	seasonal	temperature	
regimes,	especially	to	those	of	April	and	May	 (Figure	1),	 indicating	
that	they	might	differ	in	time	of	seedling	establishment	in	the	desert	
steppe.	A	study	in	the	Sonoran	(hot)	Desert	reported	species‐spe-
cific	 germination	 timing	 in	 which	 some	 species	 readily	 germinate	
in	 the	 early	 fall,	 while	 others	 preferentially	 germinate	 in	 winter	
(Venable,	1989).	Although	seeds	of	all	our	study	species	had	no	or	
shallow	dormancy,	they	are	unlikely	to	germinate	immediately	after	
seed	dispersal	 (in	autumn).	 If	seeds	are	nondormant,	they	may	not	
be	able	to	germinate	because	it	is	too	dry	in	the	habitat	in	autumn.	
If	seeds	have	shallow	dormancy,	then	they	undergo	dormancy	break	
in	 winter	 and/or	 early	 spring	 and	 germinate	 in	 spring	 or	 summer.	
Our	results	show	that	seeds	of Allium ramosum,	Allium tenuissimum,	
Artemisia annua,	Artemisia mongolica, Artemisia sieversiana, Artemisia 
scoparia,	 Bassia dasyphylla,	 Kochia prastrata,	 and	 Neopallasia pec-
tinata have	 higher	 germination	 under	 low	 temperature	 regimes	
than	other	species	(Figure	1a),	suggesting	they	can	emerge	in	early	
spring.	However,	 this	 prediction	 needs	 to	 be	 viewed	with	 caution	
because	the	low	germination	of	some	species	at	 low	temperatures	
might	be	due	to	physiological	dormancy	that	would	have	been	bro-
ken	 by	 cold	 stratification	 during	winter,	 resulting	 in	 the	 ability	 of	

seeds	 to	 germinate	 at	 low	 spring	 temperatures	 (Baskin	 &	 Baskin,	
2014).	Therefore,	field	seedling	emergence	in	spring	may	be	differ-
ent	from	the	prediction	based	on	germination	responses	of	species	
to	 low	 temperatures	 in	 our	 study.	 Nevertheless,	 our	 comparison	
between	multiple	species	at	different	temperature	regimes	reveals	
that	species‐specific	responses	to	seasonal	temperatures	(different	
responses	even	in	the	highest	temperature)	could	be	important	for	
the	differentiation	of	germination	niche	between	species	in	the	tem-
perate	desert	steppe.

In	addition	to	differential	germination	responses	to	temperature,	
we	found	a	heterogeneous	set	of	germination	responses	to	drought	
stress	among	the	20	study	species.	Responses	to	temperature	and	
drought	 stress	 suggest	 a	 complex	 set	 of	 germination	 strategies.	
Therefore,	seedlings	of	species	that	are	relatively	drought	resistant	
are	expected	 to	 germinate	over	 a	wider	 range	of	water	potentials	
than	 those	 with	 low	 drought	 resistance	 (Kos	 &	 Poschlod,	 2008).	
In	 our	 study,	 seeds	 of	 Allium ramosum,	 Artemisia annua,	 Artemisia 
scoparia,	Bassia dasyphylla, Heteropappus altaicus,	Kochia prastrata,	
Neopallasia pectinata,	 and	 Potentilla tanacetifolia	 germinated	 up	 to	

F I G U R E  3  Seed	germination	of	the	20	species	at	the	lowest	
and	highest	temperature	regimes	(a)	and	water	potentials	(b).	Bars	
represent	±1	SE.	See	Table	1	for	species	codes

F I G U R E  4  Relationships	between	mean	seed	germination	
percentage	and	seed	size.	(a)	Temperature	regime	and	seed	mass;	
(b)	Water	potential	and	seed	mass.	Mean	germination	percentage	
was	arcsine‐transformed	and	seed	mass/area	log‐transformed
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60%	even	 in	−0.87	MPa	 (Figure	2),	 indicating	that	some	species	 in	
the	community	have	high	tolerance	to	drought	stress.

Rainfall	 in	 deserts	 and	 steppes	 can	 vary	 substantially	 among	
years	 in	 both	 amount	 and	 timing,	 and	 thus	 successful	 seedling	
establishment	may	 be	 followed	 by	 complete	 reproductive	 failure	
(Beatley,	1967;	Burk,	1982;	Jakobsson	&	Eriksson,	2000;	Rosbakh	
&	 Poschlod,	 2015;	 Tevis,	 1958).	 Therefore,	 germination	 under	
drought	 stress	 is	 a	high‐risk	 strategy	 since	 the	 seedlings	may	die	
if	 the	 amount	 of	 follow‐up	 precipitation	 is	 not	 enough	 to	 sup-
port	 seedling	 growth.	 At	 the	 community	 level,	 this	 risk	 could	 be	
spread	by	heterogeneous	germination	under	drought	stress	among	
species.

Our	results	are	consistent	with	the	empirical	data	of	winter	an-
nuals	 in	 Sonoran	Desert	 showing	 that	 coexisting	 species	 differ	 in	
their	 germination	 response	 to	 varying	 temperature	 and	 precipita-
tion	(Adondakis	&	Venable,	2004).	Therefore,	the	difference	in	the	
responses	 of	 germination	 to	water	 stress	 between	 species	 in	 our	
desert	steppe	community	spreads	germination	timing,	which	could	
mitigate	 the	 crowding	 effect	 in	 the	 resource‐limited	 (e.g.,	 water)	
ecosystem.	Furthermore,	species	partition	their	regeneration	niche	
through	 different	 responses	 to	 seasonal	 temperature	 regime	 and	
drought	stress	(Chesson	&	Huntly,	1988;	Pake	&	Venable,	1996).

We	 found	great	 variation	 in	 the	 response	of	 seed	 germination	
to	environmental	 conditions	both	within	 and	between	 species.	As	
an	example	of	within‐species	response,	seed	germination	of	Allium 
polyrhizum	 responded	 to	 temperature	 but	 remained	 constant	 as	
water	 potential	 changed.	 At	 the	 between	 species	 response	 level,	
seed	germination	of	Lagochilus ilicifolium	was	extremely	sensitive	to	
temperature,	but	within	the	same	community	Bassia dasyphylla	had	
little	to	no	response.	This	variation	would	allow	germination	of	dif-
ferent	species	as	well	as	individuals	of	the	same	species	to	differ	in	
space	and	time	in	the	desert	steppe	community.	In	addition,	the	vari-
ation	in	seed	germination	has	implications	for	predicting	community	
change	under	predicted	climate	change.	For	example,	the	predicted	
warmer	 and	 dryer	 climates	 would	 favor	 germination	 of	 Artemisia 
scoparia,	Bassia dasyphyl,	Kochia prastrata,	and	Potentilla tanacetifolia 
over	that	of	other	species	in	the	community,	which	would	result	in	
altered	 proportions	 of	 germinants	 of	 different	 species	 and	 subse-
quently	change	community	composition	of	the	desert	steppe.

Theoretical	 models	 predict	 that	 small	 seeds	 are	 more	 likely	 to	
delay	 germination	 than	 large	 seeds	 (Rees,	 1994;	 Venable	 &	 Brown,	
1988).	 Compared	 with	 small	 seeds,	 large‐seeded	 species	 have	 high	
fitness	due	 to	high	seedling	survival	 (Westoby,	Falster,	Moles,	Vesk,	
&	 Wright,	 2002),	 rapid	 seedling	 growth	 (Moles	 &	 Westoby,	 2004;	
Verdú	&	Traveset,	2005),	and	an	amplified	tolerance	against	hazards	
such	as	drought	and	frost	(Coomes	&	Grubb,	2003).	Some	studies	have	
reported	that	germination	and	establishment	success	increase	with	in-
creasing	seed	mass	in	a	variety	of	environmental	conditions	(Jakobsson	
&	Eriksson,	2000;	Moles,	Westoby,	&	Eriksson,	2006).	In	addition,	large	
seeds	with	large	reserves	of	stored	food	produce	larger	seedlings	that	
can	perform	better	under	unfavorable	conditions	than	seedlings	from	
small	seeds	(Kitajima	&	Fenner,	2000).	Our	results	showed	that	there	
was	 no	 significant	 relationship	 between	 seed	 germination	 and	 seed	

size.	However,	there	is	much	variation	with	regard	to	whether	large	or	
small	seeds	germinate	best	(Baskin	&	Baskin,	2014).

Length	of	growing	season	might	be	the	core	factor	that	affects	
maximum	attainable	 seed	mass	 because	 a	 longer	 growing	 season	
provides	more	time	for	nutrient	accumulation	than	a	shorter	grow-
ing	season	 (Moles	&	Westoby,	2010).	Thus,	 selection	will	 thus	be	
more	likely	to	favor	large	seeds	in	wet	tropical	environments,	where	
a	high‐energy	period	extends	for	all	or	most	of	the	year.	However,	
for	 species	 in	 the	 desert	 there	 is	 limited	 time	 to	 complete	 their	
lifespan	 and	 to	 produce	 large	 seeds	 (Volis	 &	 Bohrer,	 2013).	 The	
	nonsignificant	 relationship	between	seed	size	and	mean	germina-
tion	percentage	at	different	temperature/water	stress	conditions	in	
our	study	suggests	that	regardless	of	their	seed	size	most	species	in	
the	desert	steppe	have	the	ability	to	germinate	under	low	tempera-
ture	and	drought	stress	in	the	early	season,	which	would	increase	
plant	fitness	by	increasing	growing	time.	Our	results	do	not	support	
the	general	assumption	that	 large‐seeded	species	necessarily	ger-
minate	to	higher	percentages	than	small‐seeded	species	(Easton	&	
Kleindorfer,	 2008;	Grime	 et	 al.,	 1981;	Norden	 et	 al.,	 2009;	 Rees,	
1994;	Venable	&	Brown,	1988).	However,	our	results	are	consistent	
with	 those	of	 a	 study	of	 1795	 species	 at	 the	 global	 scale	 report-
ing	that	the	distributions	of	seed	mass	of	species	with	dormant	and	
nondormant	seeds	strongly	overlaps	(Jurado	&	Flores,	2005).	In	ad-
dition,	our	study	also	is	consistent	with	a	study	of	foreland	species	
in	 the	Austrian	Central	Alps	 showing	no	 correlation	between	 the	
ranking	of	species	according	to	seed	mass	and	optimum	tempera-
ture	for	germination	(Schwienbacher	et	al.,	2012).

In	addition,	seed	size	is	expected	to	be	positively	correlated	with	
the	ability	to	germinate	under	osmotic	stress.	Most	research	has	con-
cluded	that	large	seeds	buffer	seedling	growth	from	some	of	the	nega-
tive	effects	of	drought	stress	(Leishman	et	al.,	2000),	and	experimental	
evidence	 for	 the	 advantage	 of	 large	 seeds	 for	 establishment	 under	
low	soil	moisture	conditions	has	been	reported	(Leishman	&	Westoby,	
1994).	However,	the	relationships	between	germination	under	drought	
stress	and	 seed	 size	might	differ	 among	ecosystems.	Therefore,	de-
termining	 the	 relationship	 between	 seed	 germination	 and	 seed	 size	
is	 important	 for	 predicting	 future	 community	 structures	 from	 this	
important	seed	trait	(i.e.,	seed	size).	In	our	study,	seeds	of	all	species	
originated	 from	 the	 same	 temperate	 arid	 habitat	with	 only	 280	mm	
annual	 precipitation,	 in	which	most	 species	 are	 exposed	 to	 drought	
stress.	Our	findings	of	nonsignificant	relationships	between	seed	ger-
mination	under	drought	stress	and	seed	size	are	consistent	with	results	
for	communities	in	other	temperature	regions	such	as	a	woodland	in	
Massachusetts	(USA)	showing	that	seed	size	does	not	have	a	signifi-
cant	effect	on	emergence	 time	of	 Impatiens capensis	 (Howell,	1981),	
forest	 understories	 in	 South	 Carolina	 (USA)	 showing	 that	 seedling	
emergence	is	not	related	to	seed	size	(Jones,	Allen,	&	Sharitz,	1997),	
and	a	glacier	foreland	in	the	Austrian	Central	Alps	showing	that	seed	
mass	does	not	correspond	with	germination	along	a	temperature	gra-
dient	(Schwienbacher	et	al.,	2012).	These	studies,	together	with	ours,	
suggest	that	seed	germination	in	the	temperate	region	may	be	more	re-
lated	to	local	environmental	conditions	or	genetic	heterogeneity	than	
to	seed	size	(Jones	et	al.,	1997;	Schwienbacher	et	al.,	2012).
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In	summary,	our	study	has	shown	how	seed	germination	of	spe-
cies	in	the	desert	steppe	community	responds	to	two	key	environ-
mental	factors,	that	is	seasonal	temperature	and	drought	stress.	Our	
results	suggest	that	most	species	are	well‐adapted	to	the	desert	by	
the	ability	 to	germinate	 in	a	habitat	characterized	by	cold	and	dry	
conditions.	However,	 they	 are	 able	 to	 partition	 their	 regeneration	
niche	through	a	heterogeneous	set	of	germination	responses	to	low	
temperature	 and	drought	 stress	 in	 the	early	 season.	Furthermore,	
seed	germination	in	our	desert	steppe	community	is	not	significantly	
related	to	seed	size,	which	may	be	due	to	(i)	the	adaptation	of	seed	
germination	to	the	desert	conditions	regardless	of	seed	size,	and/or	
(ii)	the	same	environmental	conditions	that	seeds	experienced	during	
their	development.	Therefore,	our	study	points	to	the	importance	of	
environmental	conditions	 in	shaping	seed	germination	response	to	
desert	environments	at	the	community	level.

ACKNOWLEDGMENTS

This	work	was	supported	by	the	National	Natural	Science	Foundation	
of	 China	 [grant	 numbers	 31470476,	 31570416	 and	 31770514]	
and	 the	 Initiative	 Projects	 of	 Inner	Mongolia	 Research	Center	 for	
Prataculture,	Chinese	Academy	of	Sciences.

CONFLICT OF INTEREST

The	authors	declare	that	they	have	no	conflict	of	interest.

AUTHOR CONTRIBUTIONS

XJY	and	ZH	conceived	the	ideas	and	designed	the	methodology;	FY,	
YZ,	RY,	HS,	XHY,	and	GL	collected	the	data;	XJY	and	ZW	analyzed	the	
data;	FY,	ZW,	CCB,	JMB,	XJY,	and	ZW	led	the	writing	of	the	manuscript.

DATA ACCESSIBILITY

Relevant	data	will	be	available	via	Dryad.

ORCID

Xuejun Yang  https://orcid.org/0000‐0002‐8595‐545X 

Zhenying Huang  https://orcid.org/0000‐0002‐1309‐8591 

REFERENCES

Adondakis,	S.,	&	Venable,	D.	L.	(2004).	Dormancy	and	germination	in	a	
guild	of	Sonoran	Desert	annuals.	Ecology,	85,	2582–2590.	https://doi.
org/10.1890/03‐0587

Alvarado,	 V.,	 &	 Bradford,	 K.	 J.	 (2002).	 A	 hydrothermal	 time	
model	 explains	 the	 cardinal	 temperatures	 for	 seed	 germi-
nation.	 Plant Cell & Environment,	 25,	 1061–1069.	 https://doi.
org/10.1046/j.1365‐3040.2002.00894.x

Baskin,	C.	C.,	&	Baskin,	J.	M.	(2014).	Seeds: Ecology, biogeography, and evo-
lution of dormancy and germination	(2nd	ed.).	San	Diego,	CA:	Elsevier/
Academic	Press.

Baskin,	J.	M.,	&	Baskin,	C.	C.	(1972).	Influence	of	germination	date	on	sur-
vival	and	seed	production	 in	a	natural	population	of	Leavenworthia 
stylosa. The American Midland Naturalist,	88,	318–323.

Beatley,	J.	C.	(1967).	Survival	of	winter	annuals	in	the	northern	Mojave	
Desert.	Ecology,	48,	745–750.	https://doi.org/10.2307/1933732

Blate,	 G.	 M.,	 Peart,	 D.	 R.,	 &	 Leighton,	 M.	 (1998).	 Post‐dispersal	 pre-
dation	 on	 isolated	 seeds:	 A	 comparative	 study	 of	 40	 tree	 species	
in	 a	 Southeast	 Asian	 rainforest.	 Oikos,	 82,	 522–538.	 https://doi.
org/10.2307/3546373

Blomberg,	 S.	 P.,	Garland,	 T.,	&	 Ives,	A.	 R.	 (2003).	 Testing	 for	 phyloge-
netic	 signal	 in	 comparative	 data:	 Behavioral	 traits	 are	more	 labile.	
Evolution,	 57,	 717–745.	 https://doi.org/10.1111/j.0014‐3820.2003.
tb00285.x

Brown,	J.	S.,	&	Venable,	D.	L.	(1986).	Evolutionary	ecology	of	seed‐bank	
annuals	in	temporally	varying	environments.	The American Naturalist,	
127,	31–47.	https://doi.org/10.1086/284465

Brunner,	I.,	Herzog,	C.,	Dawes,	M.	A.,	Arend,	M.,	&	Sperisen,	C.	(2015).	
How	tree	roots	respond	to	drought.	Frontiers in Plant Science,	6,	547.	
https://doi.org/10.3389/fpls.2015.00547

Burk,	J.	H.	(1982).	Phenology,	germination,	and	survival	of	desert	ephem-
erals	 in	 deep	 canyon,	 Riverside	 County,	 California.	 Madroño,	 29,	
154–163.

Cao,	S.,	Liu,	K.,	Du,	G.,	Baskin,	J.	M.,	Baskin,	C.	C.,	Bu,	H.,	&	Qi,	W.	(2018).	
Seedling	 emergence	 of	 144	 subalpine	 meadow	 plants:	 Effects	 of	
phylogeny,	life	cycle	type	and	seed	mass.	Seed Science Research,	28,	
93–99.	https://doi.org/10.1017/S0960258518000028

Cavieres,	 L.	A.,	&	Arroyo,	M.	T.	K.	 (2000).	 Seed	germination	 response	
to	cold	stratification	period	and	thermal	regime	in	Phacelia secunda 
(Hydrophyllaceae),	altitudinal	variation	in	the	mediterranean	Andes	
of	central	Chile.	Plant Ecology,	149,	1–8.

Chesson,	P.	L.,	&	Huntly,	N.	(1988).	Community	consequences	of	life‐his-
tory	traits	in	a	variable	environment.	Annales Zoologici Fennici,	25,	5–16.

Cohen,	 D.	 (1966).	 Optimizing	 reproduction	 in	 a	 randomly	 varying	 en-
vironment.	 Journal of Theoretical Biology,	 12,	 119–129.	 https://doi.
org/10.1016/0022‐5193(66)90188‐3

Coomes,	 D.	 A.,	 &	 Grubb,	 P.	 J.	 (2003).	 Colonization,	 tolerance,	 com-
petition	 and	 seed‐size	 variation	 within	 functional	 groups.	 Trends 
in Ecology & Evolution,	 18,	 283–291.	 https://doi.org/10.1016/
S0169‐5347(03)00072‐7

Donohue,	K.,	Casas,	R.	R.	D.,	Burghardt,	L.,	Kovach,	K.,	&	Willis,	C.	G.	
(2010).	Germination,	postgermination	adaptation,	and	species	eco-
logical	ranges.	Annual Review of Ecology & Systematics,	41,	293–319.	
https://doi.org/10.1146/annurev‐ecolsys‐102209‐144715

Easton,	L.	C.,	&	Kleindorfer,	S.	(2008).	Interaction	effects	of	seed	mass	
and	 temperature	on	germination	 in	Australian	species	of	Frankenia 
(Frankeniaceae).	 Folia Geobotanica,	 43,	 383–396.	 https://doi.
org/10.1007/s12224‐008‐9021‐x

Ellner,	S.	(1987).	Alternate	plant	life	history	strategies	and	coexistence	in	
randomly	varying	environments.	Vegetatio,	69,	199–208.

Finch‐Savage,	W.	E.,	&	Leubner‐Metzger,	G.	(2006).	Seed	dormancy	and	
the	control	of	germination.	New Phytologist,	171,	501–523.

Giménez‐Benavides,	 L.,	 Escudero,	 A.,	 &	 Pérez‐García,	 F.	 (2005).	 Seed	
germination	 of	 high	 mountain	 Mediterranean	 species:	 Altitudinal,	
interpopulation	 and	 interannual	 variability.	 Ecological Research,	20,	
433–444.	https://doi.org/10.1007/s11284‐005‐0059‐4

González‐Astorga,	 J.,	&	Núñez‐Farfán,	 J.	 (2000).	Variable	 demography	
in	relation	to	germination	time	in	the	annual	plant	Tagetes micrantha 
Cav.	(Asteraceae).	Plant Ecology,	151,	253–259.

Gremer,	 J.	 R.,	Kimball,	 S.,	&	Venable,	D.	 L.	 (2016).	Within‐and	 among‐
year	germination	in	Sonoran	Desert	winter	annuals:	Bet	hedging	and	
predictive	germination	in	a	variable	environment.	Ecology Letters,	19,	
1209–1218.	https://doi.org/10.1111/ele.12655

Gremer,	J.	R.,	&	Venable,	D.	L.	(2014).	Bet	hedging	in	desert	winter	annual	
plants:	 Optimal	 germination	 strategies	 in	 a	 variable	 environment.	
Ecology Letters,	17,	380–387.	https://doi.org/10.1111/ele.12241

https://orcid.org/0000-0002-8595-545X
https://orcid.org/0000-0002-8595-545X
https://orcid.org/0000-0002-1309-8591
https://orcid.org/0000-0002-1309-8591
https://doi.org/10.1890/03-0587
https://doi.org/10.1890/03-0587
https://doi.org/10.1046/j.1365-3040.2002.00894.x
https://doi.org/10.1046/j.1365-3040.2002.00894.x
https://doi.org/10.2307/1933732
https://doi.org/10.2307/3546373
https://doi.org/10.2307/3546373
https://doi.org/10.1111/j.0014-3820.2003.tb00285.x
https://doi.org/10.1111/j.0014-3820.2003.tb00285.x
https://doi.org/10.1086/284465
https://doi.org/10.3389/fpls.2015.00547
https://doi.org/10.1017/S0960258518000028
https://doi.org/10.1016/0022-5193(66)90188-3
https://doi.org/10.1016/0022-5193(66)90188-3
https://doi.org/10.1016/S0169-5347(03)00072-7
https://doi.org/10.1016/S0169-5347(03)00072-7
https://doi.org/10.1146/annurev-ecolsys-102209-144715
https://doi.org/10.1007/s12224-008-9021-x
https://doi.org/10.1007/s12224-008-9021-x
https://doi.org/10.1007/s11284-005-0059-4
https://doi.org/10.1111/ele.12655
https://doi.org/10.1111/ele.12241


2158  |     YI et al.

Grime,	 J.	P.,	Mason,	G.,	Curtis,	A.	V.,	Rodman,	 J.,	&	Band,	S.	R.	 (1981).	
A	comparative	study	of	germination	characteristics	 in	a	 local	 flora.	
Journal of Ecology,	69,	1017–1059.	https://doi.org/10.2307/2259651

Howell,	N.	(1981).	The	effect	of	seed	size	and	relative	emergence	time	
on	 fitness	 in	 a	 natural	 population	 of	 Impatiens capensis Meerb.	
(Balsaminaceae).	 The American Midland Naturalist,	 105,	 312–320.	
https://doi.org/10.2307/2424749

Jakobsson,	A.,	&	Eriksson,	O.	(2000).	A	comparative	study	of	seed	num-
ber,	seed	size,	seedling	size	and	recruitment	in	grassland	plants.	Oikos,	
88,	494–502.	https://doi.org/10.1034/j.1600‐0706.2000.880304.x

Janzen,	D.	H.	(1971).	Seed	predation	by	animals.	Annual Review of Ecology 
& Systematics,	2,	465–492.

Jones,	 R.,	 Allen,	 B.,	 &	 Sharitz,	 R.	 (1997).	Why	 do	 early‐emerging	 tree	
seedlings	 have	 survival	 advantages?:	 A	 test	 using	 Acer rubrum 
(Aceraceae).	American Journal of Botany,	84,	1714–1718.

Jurado,	 E.,	&	Flores,	 J.	 (2005).	 Is	 seed	dormancy	under	 environmental	
control	 or	 bound	 to	 plant	 traits?	 Journal of Vegetation Science,	 16,	
559–564.

Kitajima,	K.,	&	Fenner,	M.	(2000).	Ecology	of	seedling	regeneration.	In	M.	
Fenner	(Ed.),	Seeds: Ecology of regeneration in plant communities	(2nd	
ed.,	pp.	331–359).	Wallingford,	UK:	CABI.

Kos,	 M.,	 &	 Poschlod,	 P.	 (2008).	 Correlates	 of	 inter‐specific	 variation	
in	 germination	 response	 to	 water	 stress	 in	 a	 semi‐arid	 savannah.	
Basic & Applied Ecology,	 9,	 645–652.	 https://doi.org/10.1016/j.
baae.2007.10.005

Leishman,	M.	R.,	&	Westoby,	M.	 (1994).	 The	 role	 of	 large	 seed	 size	 in	
shaded	 conditions:	 Experimental	 evidence.	 Functional Ecology,	 8,	
205–214.	https://doi.org/10.2307/2389903

Leishman,	M.	R.,	Wright,	 I.	 J.,	Moles,	A.	T.,	Westoby,	M.,	&	Fenner,	M.	
(2000).	 The	 evolutionary	 ecology	 of	 seed	 size.	Trends in Ecology & 
Evolution,	7,	368–372.

Liu,	K.,	Baskin,	J.	M.,	Baskin,	C.	C.,	Bu,	H.,	Du,	G.,	&	Ma,	M.	(2013).	Effect	
of	diurnal	fluctuating	versus	constant	temperatures	on	germination	
of	445	species	from	the	eastern	Tibet	Plateau.	PLoS ONE,	8,	e69364.	
https://doi.org/10.1371/journal.pone.0069364

Liu,	K.,	Baskin,	 J.,	Baskin,	C.,	Bu,	H.,	 Liu,	M.,	 Liu,	W.,	&	Du,	G.	 (2011).	
Effect	of	storage	conditions	on	germination	of	seeds	of	489	species	
from	high	elevation	grasslands	of	the	eastern	Tibet	Plateau	and	some	
implications	for	climate	change.	American Journal of Botany,	98,	12–
19.	https://doi.org/10.3732/ajb.1000043

Liu,	 K.,	 Cao,	 S.,	Du,	G.,	 Baskin,	 J.	M.,	 Baskin,	 C.	 C.,	 Bu,	H.,	…	 Ting,	 L.	
(2018).	Linking	seed	germination	and	plant	height:	A	case	study	of	a	
wetland	community	on	the	eastern	Tibet	Plateau.	Plant Biology,	20,	
886–893.	https://doi.org/10.1111/plb.12845

Malhado,	A.	C.	M.,	Oliveira‐Neto,	J.	A.,	Stropp,	J.,	Strona,	G.,	Dias,	L.	C.	P.,	
Pinto,	L.	B.,	&	Ladle,	R.	J.	(2015).	Climatological	correlates	of	seed	size	
in	Amazonian	forest	trees.	Journal of Vegetation Science,	26,	956–963.	
https://doi.org/10.1111/jvs.12301

Moles,	A.	 T.,	 Ackerly,	D.	D.,	Webb,	C.	O.,	 Tweddle,	 J.	 C.,	Dickie,	 J.	 B.,	
Pitman,	 A.	 J.,	 &	 Westoby,	 M.	 (2005).	 Factors	 that	 shape	 seed	
mass	 evolution.	 Proceedings of the National Academy of Sciences 
of the United States of America,	 102,	 10540–10544.	 https://doi.
org/10.1073/pnas.0501473102

Moles,	A.	T.,	&	Westoby,	M.	 (2004).	Seedling	survival	and	seed	size:	A	
synthesis	of	the	literature.	Journal of Ecology,	92,	372–383.	https://
doi.org/10.1111/j.0022‐0477.2004.00884.x

Moles,	 A.	 T.,	 &	 Westoby,	 M.	 (2010).	 Latitude,	 seed	 predation	 and	
seed	 mass.	 Journal of Biogeography,	 30,	 105–128.	 https://doi.
org/10.1046/j.1365‐2699.2003.00781.x

Moles,	 A.	 T.,	Westoby,	M.,	 &	 Eriksson,	O.	 (2006).	 Seed	 size	 and	 plant	
strategy	across	the	whole	life	cycle.	Oikos,	113,	91–105.	https://doi.
org/10.1111/j.0030‐1299.2006.14194.x

Money,	N.	P.	(1989).	Osmotic	pressure	of	aqueous	polyethylene	glycols:	
Relationship	between	molecular	weight	and	vapor	pressure	deficit.	
Plant Physiology,	91,	766–769.	https://doi.org/10.1104/pp.91.2.766

Norden,	 N.	 D.,	 Matthew,	 I.,	 Antoine,	 C.,	 Gonzalez,	 M.	 A.,	 Garwood,	
N.	 C.,	 &	 Chave,	 J.	 (2009).	 The	 relationship	 between	 seed	 mass	
and	 mean	 time	 to	 germination	 for	 1037	 tree	 species	 across	 five	
tropical	 forests.	 Functional Ecology,	 23,	 203–210.	 https://doi.
org/10.1111/j.1365‐2435.2008.01477.x

Pake,	 C.	 E.,	 &	 Venable,	 D.	 L.	 (1996).	 Seed	 banks	 in	 desert	 annuals:	
Implications	 for	 persistence	 and	 coexistence	 in	 variable	 environ-
ments.	Ecology,	77,	1427–1435.	https://doi.org/10.2307/2265540

Philippi,	 T.,	 &	 Seger,	 J.	 (1989).	 Hedging	 one's	 evolutionary	 bets,	 re-
visited.	 Trends in Ecology & Evolution,	 4,	 41–44.	 https://doi.
org/10.1016/0169‐5347(89)90138‐9

Rees,	M.	 (1994).	Delayed	germination	of	 seeds	–	a	 look	at	 the	effects	
of	adult	 longevity,	the	timing	of	reproduction,	and	population	age/
stage	 structure.	 The American Naturalist,	 144,	 43–64.	 https://doi.
org/10.1086/285660

Rosbakh,	 S.,	 &	 Poschlod,	 P.	 (2015).	 Initial	 temperature	 of	 seed	
germination	 as	 related	 to	 species	 occurrence	 along	 a	 tem-
perature	 gradient.	 Functional Ecology,	 29,	 5–14.	 https://doi.
org/10.1111/1365‐2435.12304

Rubio	de	Casas,	R.,	Willis,	C.	G.,	Pearse,	W.	D.,	Baskin,	C.	C.,	Baskin,	J.	
M.,	&	Cavender‐Bares,	 J.	 (2017).	Global	biogeography	of	seed	dor-
mancy	is	determined	by	seasonality	and	seed	size:	A	case	study	in	the	
legumes.	New Phytologist,	214,	1527–1536.	https://doi.org/10.1111/
nph.14498

Schwienbacher,	 E.,	 Navarro‐Cano,	 J.	 A.,	 Neuner,	 G.,	 &	 Erschbamer,	 B.	
(2012).	 Correspondence	 of	 seed	 traits	 with	 niche	 position	 in	 gla-
cier	 foreland	 succession.	 Plant Ecology,	 213,	 371–382.	 https://doi.
org/10.1007/s11258‐011‐9981‐4

Shimono,	 Y.,	 &	 Kudo,	G.	 (2005).	 Comparisons	 of	 germination	 traits	 of	
alpine	 plants	 between	 fellfield	 and	 snowbed	 habitats.	 Ecological 
Research,	20,	189–197.	https://doi.org/10.1007/s11284‐004‐0031‐8

Simons,	 A.	 M.	 (2011).	 Modes	 of	 response	 to	 environmental	 change	
and	 the	 elusive	 empirical	 evidence	 for	 bet	 hedging.	Proceedings of 
the Royal Society B: Biological Sciences,	278,	1601–1609.	https://doi.
org/10.1098/rspb.2011.0176

Snyder,	R.	E.	(2006).	Multiple	risk	reduction	mechanisms:	Can	dormancy	
substitute	for	dispersal?	Ecology Letters,	9,	1106–1114.

Tevis,	 L.	 (1958).	 Germination	 and	 growth	 of	 ephemerals	 induced	
by	 sprinkling	 a	 sandy	 desert.	 Ecology,	 39,	 681–688.	 https://doi.
org/10.2307/1931608

Venable,	D.	L.	(1989).	Modeling	the	evolutionary	ecology	of	seed	banks.	
In	M.	A.	Leck,	V.	T.	Parker,	&	R.	L.	Simpson	(Eds.),	Ecology of soil seed 
banks	(pp.	67–87).	San	Diego,	CA:	Academic	Press.

Venable,	D.	L.	(2007).	Bet	hedging	in	a	guild	of	desert	annuals.	Ecology,	
88,	1086–1090.	https://doi.org/10.1890/06‐1495

Venable,	D.	L.,	&	Brown,	J.	S.	 (1988).	The	selective	 interactions	of	dis-
persal,	dormancy,	and	seed	size	as	adaptations	 for	 reducing	 risk	 in	
variable	environments.	The American Naturalist,	131,	360–384.

Venable,	D.	 L.,	 Dyreson,	 E.,	 &	Morales,	 E.	 (1995).	 Population	 dynamic	
consequences	and	evolution	of	seed	traits	of	Heterosperma pinnatum 
(Asteraceae).	American Journal of Botany,	82,	410–420.

Venable,	D.	L.,	Flores‐Martinez,	A.,	Muller‐Landau,	H.	C.,	Barron‐Gafford,	
G.,	&	Becerra,	J.	X.	(2008).	Seed	dispersal	of	desert	annuals.	Ecology,	
89,	2218–2227.	https://doi.org/10.1890/07‐0386.1

Verdú,	M.,	&	Traveset,	A.	 (2005).	 Early	 emergence	 enhances	plant	 fit-
ness:	A	phylogenetically	controlled	meta‐analysis.	Ecology,	86,	1385–
1394.	https://doi.org/10.1890/04‐1647

Volis,	 S.,	 &	 Bohrer,	 G.	 (2013).	 Joint	 evolution	 of	 seed	 traits	 along	 an	
aridity	gradient:	Seed	size	and	dormancy	are	not	two	substitutable	
evolutionary	 traits	 in	 temporally	heterogeneous	environment.	New 
Phytologist,	197,	655–667.	https://doi.org/10.1111/nph.12024

Wagner,	 I.,	 &	 Simons,	 A.	 M.	 (2009).	 Divergent	 norms	 of	 reaction	 to	
temperature	 in	 germination	 characteristics	 among	 populations	 of	
the	arctic‐alpine	annual,	Koenigia islandica. Arctic Antarctic & Alpine 
Research,	41,	388–395.

https://doi.org/10.2307/2259651
https://doi.org/10.2307/2424749
https://doi.org/10.1034/j.1600-0706.2000.880304.x
https://doi.org/10.1016/j.baae.2007.10.005
https://doi.org/10.1016/j.baae.2007.10.005
https://doi.org/10.2307/2389903
https://doi.org/10.1371/journal.pone.0069364
https://doi.org/10.3732/ajb.1000043
https://doi.org/10.1111/plb.12845
https://doi.org/10.1111/jvs.12301
https://doi.org/10.1073/pnas.0501473102
https://doi.org/10.1073/pnas.0501473102
https://doi.org/10.1111/j.0022-0477.2004.00884.x
https://doi.org/10.1111/j.0022-0477.2004.00884.x
https://doi.org/10.1046/j.1365-2699.2003.00781.x
https://doi.org/10.1046/j.1365-2699.2003.00781.x
https://doi.org/10.1111/j.0030-1299.2006.14194.x
https://doi.org/10.1111/j.0030-1299.2006.14194.x
https://doi.org/10.1104/pp.91.2.766
https://doi.org/10.1111/j.1365-2435.2008.01477.x
https://doi.org/10.1111/j.1365-2435.2008.01477.x
https://doi.org/10.2307/2265540
https://doi.org/10.1016/0169-5347(89)90138-9
https://doi.org/10.1016/0169-5347(89)90138-9
https://doi.org/10.1086/285660
https://doi.org/10.1086/285660
https://doi.org/10.1111/1365-2435.12304
https://doi.org/10.1111/1365-2435.12304
https://doi.org/10.1111/nph.14498
https://doi.org/10.1111/nph.14498
https://doi.org/10.1007/s11258-011-9981-4
https://doi.org/10.1007/s11258-011-9981-4
https://doi.org/10.1007/s11284-004-0031-8
https://doi.org/10.1098/rspb.2011.0176
https://doi.org/10.1098/rspb.2011.0176
https://doi.org/10.2307/1931608
https://doi.org/10.2307/1931608
https://doi.org/10.1890/06-1495
https://doi.org/10.1890/07-0386.1
https://doi.org/10.1890/04-1647
https://doi.org/10.1111/nph.12024


     |  2159YI et al.

Warton,	 D.	 I.,	 Duursma,	 R.	 A.,	 Falster,	 D.	 S.,	 &	 Taskinen,	 S.	 (2012).	
smatr	3–	an	R	package	for	estimation	and	 inference	about	allome-
tric	 lines.	Methods in Ecology & Evolution,	 3,	 257–259.	 https://doi.
org/10.1111/j.2041‐210X.2011.00153.x

Webb,	C.	O.,	Ackerly,	D.	D.,	&	Kembel,	S.	W.	(2008).	Phylocom:	Software	
for	the	analysis	of	phylogenetic	community	structure	and	trait	evo-
lution.	 Bioinformatics,	 24,	 2098–2100.	 https://doi.org/10.1093/
bioinformatics/btn358

Webb,	C.	O.,	&	Donoghue,	M.	J.	 (2005).	Phylomatic:	Tree	assembly	for	
applied	phylogenetics.	Molecular Ecology Notes,	5,	181–183.	https://
doi.org/10.1111/j.1471‐8286.2004.00829.x

Wenny,	D.	G.	 (2000).	 Seed	dispersal,	 seed	predation,	 and	 seedling	 re-
cruitment	 of	 a	 neotropical	 montane	 tree.	 Ecological Monographs,	
70,	 331–351.	 https://doi.org/10.1890/0012‐9615(2000)070[033
1:SDSPAS]2.0.CO;2

Westoby,	M.,	Falster,	D.	S.,	Moles,	A.	T.,	Vesk,	P.	A.,	&	Wright,	I.	J.	(2002).	
Plant	 ecology	 stategies:	 Some	 leading	 dimensions	 of	 variation	 be-
tween	species.	Annual Review of Ecology & Systematics,	33,	125–159.

Wikstrom,	N.,	 Savolainen,	V.,	&	Chase,	M.	W.	 (2001).	Evolution	of	 the	
angiosperms:	 Calibrating	 the	 family	 tree.	 Proceedings of the Royal 

Society of London. Series B: Biological Sciences,	 268,	 2211–2220.	
https://doi.org/10.1098/rspb.2001.1782

Willis,	C.	G.,	Baskin,	C.	C.,	Baskin,	J.	M.,	Auld,	J.	R.,	Venable,	D.	L.,	Cavender‐
Bares,	 J.,	 …	 Rubio	 de	 Casas,	 R.,	 &	NESCent	Germination	Working	
Group	 (2014).	 The	 evolution	 of	 seed	 dormancy:	 Environmental	
cues,	evolutionary	hubs,	and	diversification	of	the	seed	plants.	New 
Phytologist,	203,	300–309.	https://doi.org/10.1111/nph.12782

How to cite this article:	Yi	F,	Wang	Z,	Baskin	CC,	et	al.	Seed	
germination	responses	to	seasonal	temperature	and	drought	
stress	are	species‐specific	but	not	related	to	seed	size	in	a	
desert	steppe:	Implications	for	effect	of	climate	change	on	
community	structure.	Ecol Evol. 2019;9:2149–2159. https://doi.
org/10.1002/ece3.4909

https://doi.org/10.1111/j.2041-210X.2011.00153.x
https://doi.org/10.1111/j.2041-210X.2011.00153.x
https://doi.org/10.1093/bioinformatics/btn358
https://doi.org/10.1093/bioinformatics/btn358
https://doi.org/10.1111/j.1471-8286.2004.00829.x
https://doi.org/10.1111/j.1471-8286.2004.00829.x
https://doi.org/10.1890/0012-9615(2000)070[0331:SDSPAS]2.0.CO;2
https://doi.org/10.1890/0012-9615(2000)070[0331:SDSPAS]2.0.CO;2
https://doi.org/10.1098/rspb.2001.1782
https://doi.org/10.1111/nph.12782
https://doi.org/10.1002/ece3.4909
https://doi.org/10.1002/ece3.4909

