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abstract: Determining the patterns and mechanisms of natural se-
lection in the wild is of fundamental importance to understanding the
differentiation of populations and the evolution of new species. How-
ever, it is often unknown the extent to which adaptive genetic variation
is distributed among ecotypes between distinct habitats versus along
large-scale geographic environmental gradients, such as those that track
latitude. Classic studies of selection in the wild in switchgrass, Panicum
virgatum, tested for adaptation at both of these levels of natural var-
iation. Here we review what these field experiments and modern ag-
ronomic field trials have taught us about natural variation and selection
at both the ecotype and environmental gradient levels in P. virgatum.
With recent genome sequencing efforts in P. virgatum, it is poised to
become an excellent system for understanding the adaptation of grass-
land species across the eastern half of North America. The identification
of genetic loci involved in different types of adaptations will help to
understand the evolutionary mechanisms of diversification within P.
virgatum and provide useful information for the breeding of high-
yielding cultivars for different ecoregions.

Keywords: ecotype, cline, local adaptation, reciprocal transplant,
switchgrass, population structure.

Introduction

Determining how adaptive genetic variation is distributed
temporally and spatially is essential to understanding the
evolution of species. Studies of adaptation in the wild typ-
ically focus on the change in organismal phenotypes over
time in response to natural selection (Grant and Grant 2003;
Labbé et al. 2007) or the adaptive divergence between pop-
ulations and ecotypes from different habitats (Clausen et al.
1958; Hereford 2009; Linnen and Hoekstra 2009; Agren and
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Schemke 2012; Nosil 2012). Reciprocal transplant experi-
ments are often used to test the hypothesis of adaptation
across geographic space (Linhart and Grant 1996; Leimu
and Fischer 2008; Hereford 2009), where the higher fitness
of local populations versus immigrant transplants is rec-
ognized as strong evidence of local adaptation. The results
of dozens of reciprocal transplant experiments suggest that
local adaptation is common (Linhart and Grant 1996; Leimu
and Fischer 2008; Hereford 2009; Lowry 2012b).

Although there is now strong evidence for local adap-
tation from transplant experiments, how adaptive variation
is distributed over space has been a source of controversy
for nearly a century (Turesson 1922; Clausen 1951; Krucke-
berg 1951; Langlet 1971; Antonovics 1976; Quinn 1978;
Stebbins 1980; Grant 1981; Levin 1993). The main source
of contention is with regard to whether discernible wide-
spread ecotypes exist within species (reviewed in Lowry
2012a). Use of the term “ecotype” is inconsistent in modern
literature, but for the purpose of this article we define it as
groups of populations with a common set of adaptations
to environmental differences between habitats. Many early
plant biosystematists, including Turesson, who coined the
term ecotype in 1922, found strong evidence for the exis-
tence of ecotypes and thought of them as intermediate stages
in the formation of new species (Clausen 1951). In oppo-
sition to this view were botanists who argued that most
important adaptive genetic variation was either restricted
to pairwise divergences between populations (Antonovics
1976) or distributed continuously along large-scale envi-
ronmental gradients (Langlet 1971; Stebbins 1980).

The classic works of Clausen et al. (1940, 1948) and
Clausen and Hiesey (1958) are among the best studies
demonstrating how adaptive variation is partitioned both
among ecotypes and along environmental gradients. Those
studies involved many populations collected along an el-
evation transect of California that were transplanted to
multiple field sites along that transect. In addition, there
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is a long history of common garden experiments with tree
species (i.e., provenance trials) demonstrating that phe-
notypic variation is highly associated with large-scale en-
vironmental gradients (Langlet et al. 1971). These classic
experiments are now being used for association mapping
and offer the possibility of new insight into the genetics
of adaptation along gradients (Sork et al. 2013).

A system that offers great potential for understanding
how adaptive genetic variation is partitioned both between
ecotypes and along environmental gradients is switchgrass,
Panicum virgatum. A large perennial allopolyploid C4 grass
species (Triplett et al. 2012), P. virgatum is a dominant
species of the tallgrass prairie, woodland, and riparian ar-
eas over a large portion of the eastern half of North Amer-
ica, from central Mexico to southern Canada (McMillan
1964; Zhang et al. 2011a, 2011b; Triplett et al. 2012). It
has typically been thought of as being composed of two
major ecotypes, upland and lowland (fig. 1; Porter 1966;
Cortese et al. 2010; Morris et al. 2011; Zhang et al. 2011a,
2011b; Lu et al. 2013).

Since the mid-twentieth century, P. virgatum has re-
ceived considerable research attention due to its prominent
distribution in many ecosystems, its utility as a forage crop,
and its established role as a bioenergy feedstock (McMillan
1965a; Porter 1966; Sanderson et al. 1996; Schmer et al.
2008; Varvel et al. 2008; Tobias 2009; Parrish et al. 2011;
Youngs and Somerville 2012). As a consequence of broad
interest in this species, numerous agronomic field trials
and reciprocal transplant experiments have been con-
ducted. These studies have provided insight into divergent
adaptations between ecotypes and along environmental
gradients across the eastern half of North America (Mc-
Millan 1959, 1964, 1965a, 1965b, 1967, 1969a, 1969b; Por-
ter 1966; Sanderson et al. 1999a, 1999b; Casler and Boe
2003; Casler et al. 2004, 2007; Berdahl et al. 2005; Schmer
et al. 2008; Wullschleger et al. 2010; Behrman et al. 2013).
Much of this research was published decades ago or more
recently in crop science and agronomy journals. As a re-
sult, the ecology and evolutionary biology community has
overlooked much of this important research on adaptive
genetic variation in P. virgatum.

The primary goal of this article is to bring to light and
synthesize the extensive field-based research conducted on
P. virgatum to better understand how adaptive phenotypic
variation is partitioned between ecotypes and along large-
scale environmental gradients. To accomplish this, we have
divided this work into three major sections. In the first
section, we describe the population structure of P. virgatum
and how phenotypic variation is distributed across the
range of the species. In the second section, we review how
field experiments conducted with P. virgatum contribute
to our understanding of adaptation between ecotypes and
along environmental gradients. Finally, we suggest a set of

future studies to understand the genetic mechanisms of
adaptation in P. virgatum.

Population Structure and Phenotypic Variation

There are two major ways that phenotypic variation is par-
titioned within Panicum virgatum (table 1). Upland and
lowland ecotypes are phenotypically distinct, even in regions
where they occur in close proximity (Porter 1966). Overlaid
on top of this ecotypic differentiation is phenotypic variation
that is highly correlated with large-scale environmental gra-
dients, especially those that are correlated with latitude. A
third major component of variation within P. virgatum is
ploidy. Classic studies reported a large polyploidy series in
P. virgatum, with a range of 2n p 18, 36, 54, 72, 90, 108
(Church 1940; Burton 1942; Nielsen 1944; McMillan and
Weiler 1959). However, recent studies have found that the
vast majority of P. virgatum individuals occur as either tet-
raploids (2n p 36) or octoploids (2n p 72; Brunken and
Estes 1975; Hopkins et al. 1996; Narasimhamoorthy et al.
2008; Costich et al. 2010; Triplett et al. 2012).

Divergence between Upland and Lowland Ecotypes

The most recognizable division of population structure
within P. virgatum is the divergence of upland and lowland
ecotypes (table 1). Numerous studies have documented
the striking phenotypic and physiological differences be-
tween these two ecotypes (Porter 1966; Gunter et al. 1996;
Sanderson et al. 1996; Wullschleger et al. 1996; Stroup et
al. 2003; Casler et al. 2004; Cassida et al. 2005a, 2005b;
Barney et al. 2009; El-Nashaar et al. 2009; Yang et al. 2009;
Cortese et al. 2010). Upland plants typically have greener
leaves, thinner shoots, and more shoots per plant than the
lowland ecotype (Porter 1966; Cortese et al. 2010). The
upland ecotype occurs commonly both as tetraploids and
octoploids in nature and is primarily found in areas of
lower soil moisture than the lowland ecotype in regions
where the ecotypes co-occur (Bragg 1964; Porter 1966;
Brunken and Estes 1975; Costich et al. 2010). The upland
ecotype has long been known to be less resistant to in-
fection by rust (Uromyces graminicola) than the lowland
ecotype (Cornelius and Johnston 1941). It has often been
assumed that the upland ecotype occurs only in northern
zones 2–7 of the USDA Plant Hardiness Zone Map
(www.planthardiness.ars.usda.gov/PHZMWeb/). Lowland
plants typically have bluish waxy leaves, fewer shoots per
plant, thicker leaves, and thicker shoots and are taller than
upland plants (Cortese et al. 2010; Zhang et al. 2011a,
2011b). Lowland plants are typically found in wetter ri-
parian areas and are restricted to southern cold hardiness
zones 6–10. Until recently, it was thought that the lowland
ecotype was uniformly tetraploid (Costich et al. 2010; Trip-
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Figure 1: Map of Panicum virgatum individuals in which both ploidy and cytotype has been established. Ploidy was determined by flow
cytometry. Cytotype was determined by genotyping of trnL (UAA) intron chloroplast marker. For details, see table A1, which is deposited
in the Dryad Digital Repository: http://dx.doi.org/10.5061/dryad.rm718 (Lowry et al. 2014).

lett et al. 2012). The two ecotypes are interfertile when
they are crossed at the same ploidy level. Failure of crosses
between tetraploids and octoploids has been attributed to
a postfertilization incompatibility system (Martinez-Reyna
and Vogel 2002).

The upland/lowland ecotype division is strongly sup-
ported by molecular data. Hultquist et al. (1996) was the
first to discover that chloroplast loci are divergent between
upland and lowland ecotypes. A decade later, Missaoui et
al. (2006) identified a 49-base-pair indel in the chloroplast
trnL (UAA) intron that can easily distinguish the two eco-
types. From complete chloroplast sequencing, Morris et
al. (2011) recently estimated the divergence between the
upland and lowland cytotypes to have occurred 0.7–1.0
million years ago. Nuclear markers, including microsat-
ellite loci (Okada et al. 2011; Zalapa et al. 2011; Zhang et
al. 2011a, 2011b) and multilocus genotyping by sequencing
methods (Morris et al. 2011; Lu et al. 2013), also support
the deep division between upland and lowland ecotypes.

Variation Associated with Large-Scale
Environmental Gradients

While there is clear morphological differentiation between
upland and lowland ecotypes in the areas in which they over-
lap, there are a number of traits that vary independently of
ecotype. The most obvious of these traits are phenological
traits (spring emergence, flowering time, and onset of winter
dormancy) that vary clinally with latitude (Casler 2012; As-

pinwall et al. 2013). McMillan (1956, 1959, 1964, 1965a, 1967,
1969a, 1969b) conducted the most extensive experiments
documenting genetic variation associated with large-scale en-
vironmental gradients in P. virgatum. Of particular relevance
to adaptation, McMillan observed via common garden ex-
periments in Lincoln, Nebraska, and Austin, Texas, that
southern populations emerged earlier in the season and en-
tered winter dormancy later in the season. A large portion
(69%–83%) of the variation in flowering time was attributed
to latitude of origin as well (fig. 2). Across the state of Texas
alone, flowering time in the Austin common garden occurred
∼13 weeks earlier for northern panhandle populations than
for those collected on the southern Texas Gulf Coast (Mc-
Millan 1965a). Unfortunately, McMillan did not document
the ecotype status of plants in his experiments. Thus, it is
difficult to determine how great an influence ecotype has on
phenology relative to latitude of origin from his data.

The association of phenology with latitude appears to
be driven by the evolutionary divergence of temperature
and photoperiodic responses between P. virgatum popu-
lations (Benedict 1940; McMillan 1959, 1965b; Van Es-
broeck et al. 2003, 2004; Casler et al. 2004, 2007; Casler
2012). The degree to which phenology is affected by pho-
toperiod may also vary with latitude of origin. For ex-
ample, McMillan (1965b) found that P. virgatum popu-
lations from the northern Great Plains were far more
sensitive than those from the southern Gulf Coast to dif-
ferences in photoperiod between day-length treatments in
growth chambers.
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Figure 2: Relationship between latitude of origin and date of anthesis
(first flower in number of days after Jan. 1) for Panicum virgatum
accessions growing in McMillan’s common gardens in Lincoln, Ne-
braska, in 1958 (triangles) and Austin, Texas, in 1961 (circles). Data
are from McMillan 1959, 1965a.

Table 1: Major sources of genetic variation within Panicum virgatum

Source Division Major phenotypic differences Fitness consequences

Ecotype Upland Thinner shoots and leaves, more shoots per plant Drought tolerant, higher nitrogen demand
Lowland Taller plants, often with bluish leaf color, larger inflorescence Flooding tolerant, lower nitrogen demand

Latitude North Late-season emergence, early flowering, early winter
dormancy

Less susceptible to winter kill

South Early-season emergence, late flowering, late winter dormancy Possible tolerance to heat and drought

Perennial plants evolve responses to photoperiodic cues
to maximize growth when conditions are favorable, while
entering dormancy in time to avoid unfavorable environ-
mental conditions (Welling et al. 1997; Hoekstra et al.
2001; Li et al. 2003; Bigras and Bertrand 2006; Savage and
Cavender-Bares 2013). Phenological differences in the tim-
ing of growth and reproduction associated with latitude
could also have consequences for physiological differen-
tiation of populations of P. virgatum. Physiology is well
known to change throughout the development of a plant,
and thus mistiming in phenology can have consequences
for how plants respond physiologically to major environ-
mental stresses, such as drought and freezing temperatures
(Araus et al. 2002; McKay et al. 2003; Fowler and Limin
2004; Bigras and Bertrand 2006; Roux et al. 2006; Lovell
et al. 2013; Savage and Cavender-Bares 2013). Recent stud-
ies suggest a possible association of leaf-level physiological
traits with latitude of origin in P. virgatum (Hartman et
al. 2012; Aspinwall et al. 2013), but more studies are
needed to clarify the strength of these relationships
(O’Keefe et al. 2013).

There is also evidence of trait variation in P. virgatum
being associated with altitude of origin. Quinn (1969) con-
ducted a common garden experiment in Fort Collins, Col-
orado, with accessions collected from across the eastern
half of Colorado. Just like high-latitude populations, high-
altitude populations had an earlier flowering phenology
and completed growth earlier in the season than lower-
elevation populations.

The Evolutionary History and Species
Complex of P. virgatum

The strongest division of population structure within P.
virgatum is between the upland and lowland ecotypes. The
differentiation of populations along latitudes and with el-
evation is also very clear in common garden experiments.
Thus, those sources of variation have received considerable
research attention. However, there is additional variation
within P. virgatum that warrants further research because
it provides the opportunity to understand the evolutionary
history of the species and to better understand adaptation
to different habitats.

The patterns of population structure within P. virgatum

ecotypes may reflect migration during cycles of glaciation.
Recent studies have found that the upland ecotype is divided
into at least three different regional gene pools (west, north,
and east) across the northern part of its range (Zhang et
al. 2011a, 2011b; Lu et al. 2013). Each group may reflect
an independent recolonization of northern latitudes by P.
virgatum from southern refugia following the last Ice Age
(McMillan 1959, 1964; Zhang et al. 2011a, 2011b). Future
studies with more populations will be necessary to better
clarify the evolutionary history of P. virgatum over the
course of past migrations with relation to glaciation.

While the division between upland and lowland eco-
types has received the most attention in terms of P. vir-
gatum population structure, it is more likely that P. vir-
gatum is a species complex composed of multiple ecotypes
that are adapted to different habitats. For example, a
coastal ecotype of P. virgatum occurs in the salt spray zone
along the foredunes of barrier islands throughout much
of the Atlantic and Gulf Coasts of North America. This



686 The American Naturalist

coastal ecotype occurs as both a hexaploid and a tetraploid
ranging from Mexico to Connecticut (Palmer 1975). The
coastal ecotype has previously been classified as a distinct
species, Panicum amarum for the hexaploid and Panicum
amarulum for the tetraploid (Hitchcock and Chase 1910).
However, recent molecular work suggests that the coastal
ecotype is no more divergent from P. virgatum than upland
and lowland ecotypes are from each other (Triplett et al.
2012). Both the tetraploid and hexaploid forms of the
coastal ecotype are most closely related to the lowland
ecotype across five nuclear genes but have the upland chlo-
roplast cytotype (Triplett et al. 2012). Further, the coastal
ecotype has been found to hybridize naturally with the
lowland ecotype in Delaware and the panhandle of Florida
(Palmer 1975). These findings suggest that a history of
migration and gene flow has contributed to the modern
diversity of the P. virgatum species complex.

Beyond this complexity, recent studies on southern pop-
ulations of P. virgatum have challenged the conventional
wisdom of classification of upland and lowland P. virgatum
ecotypes. Only a few years ago, it was assumed that there
was a perfect correspondence between cytotype and upland
versus lowland ecotype morphology (Missaoui et al. 2006;
Zalapa et al. 2011). Further, plants with lowland mor-
phology and habitat had been thought to be uniformly
tetraploid, while more complex ploidy was reserved for
upland populations (Costich et al. 2010; Triplett et al.
2012). However, Zhang et al. (2011a, 2011b) recently
found that some populations of P. virgatum collected from
the deep southeastern United States had the lowland eco-
type morphology but were octoploid and/or contained the
upland cytotype. In our analyses of populations from Texas
(reported for the first time in fig. 1; see also table A1,
deposited in the Dryad Digital Repository: http://dx.doi
.org/10.5061/dryad.rm718 [Lowry et al. 2014]), there are
similar levels of complexity. In a small area between San
Antonio and the Texas Gulf Coast, all four combinations
of ploidy (tetraploid/octoploid) and cytotype (lowland/up-
land) occur. Just inland from the Gulf Coast, there are
many tetraploid populations with the upland cytotype.
While these populations have a large lowland morphology,
they lack the blue waxy leaves that are characteristic of
typical lowland populations found throughout much of
the interior of Texas. Perhaps these populations are hybrids
with the coastal ecotype, or perhaps they are another un-
described ecotype. While populations are easily grouped
into upland and lowland ecotypes in the central and north-
ern United States, new biogeographical studies from the
southern United States and Mexico will be needed to clar-
ify the more complex patterns of population structure that
exist in the southern range of P. virgatum. The range of
P. virgatum extends into southern Mexico (McMillan
1965a), yet the population structure and evolutionary his-

tory of that region of the species has never been studied.
The bias toward population genetic studies from the
northern Great Plains reflects a focus on breeding P. vir-
gatum as a forage and bioenergy crop in that region. In
general, many more collections need to be classified by
ploidy and cytotype to fill in missing gaps in our under-
standing of population structure within P. virgatum and
to better reconstruct the patterns of migration and range
expansion following the last Ice Age.

Field Experiments on Adaptation between Ecotypes
and along Environmental Gradients

Local Adaptation between Ecotypes

While there are clear morphological and physiological dif-
ferences between upland and lowland ecotypes of Panicum
virgatum, only one study that we are aware of has explicitly
tested for differences in local adaptation between the eco-
types in a region where they co-occur (Porter 1966). Porter
focused his research solely on populations from both up-
land and lowland habitats within one county (McClain)
of Oklahoma. In a series of laboratory experiments, Porter
(1966) found that P. virgatum collected from lowland
floodplain sites along the Canadian River were consistently
tetraploid (2n p 36) and larger in many morphological
traits when compared to octoploid plants (2n p 72) found
in upland habitat adjacent to the river.

To test whether upland and lowland populations are
locally adapted to their respective habitats, Porter (1966)
conducted a field reciprocal transplant experiment be-
tween upland and lowland sites. By the third season, all
nonlocal plants had died, while indigenous plants survived
at both sites. Porter attributed the lack of survival of up-
land plants at the lowland sites to intolerance to flooding
and low levels of nitrogen. Porter’s greenhouse experi-
ments supported these claims by showing that the upland
plants were reduced in height under flooded conditions,
while the lowland ecotype actually increased in height. He
hypothesized that the lowland ecotype failed to survive in
the upland habitat due to drought susceptibility. Further-
more, Porter showed that upland plants have a greater
nitrogen demand and are more dwarfed than lowland
plants under low nitrogen. Recent studies have confirmed
that there are major differences in nutrient demand be-
tween the two ecotypes (Stroup et al. 2003; Yang et al.
2009; Wulschleger et al. 2010). Further, Warner et al.
(1987) surveyed physiology from the same populations
studied by Porter (1966) and found the upland ecotype
to have more chloroplasts and a higher photosynthetic rate
than the lowland ecotype.

Porter’s results are important because they demonstrate
that the upland and lowland ecotypes have evolved habitat
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adaptations that are independent of large-scale environ-
mental gradients. That being said, there appears to be
intrinsic genetic differences between the upland and low-
land ecotypes that have led to differences in the geographic
ranges of the ecotypes with respect to major environmental
gradients (Casler et al. 2004, 2007; Missaoui et al. 2006;
Zalapa et al. 2011; Zhang et al. 2011a, 2011b).

Reciprocal transplant experiments have yet to be con-
ducted with the coastal ecotype of P. virgatum but would
help clarify whether this ecotype is also adapted to its
indigenous habitat. The evolution of coastal ecotypes is
very common in plant species (Turesson 1922; Clausen
1951; Lowry 2012b). Reciprocal transplant experiments
have frequently found that coastal ecotypes are strongly
locally adapted through evolution of salt tolerance and
differences in life-history from interior populations (Nagy
and Rice 1997; Foster et al. 2007; Lowry et al. 2008; Ver-
hoeven et al. 2008).

Adaptation along Environmental Gradients

Classic common garden experiments and recent agro-
nomic field trials (Nielsen 1947; McMillan 1965a; Hopkins
et al. 1995a, 1995b; Sanderson et al. 1999b; Casler et al.
2004, 2007; Wullschleger et al. 2010) have demonstrated
that the variation associated with the latitudinal gradient
in P. virgatum is adaptive.

Many studies have established that adaptation in the
northern range of P. virgatum involves phenology for a
short growing season and tolerance to cold winter tem-
peratures (Nielsen 1947; Hope and McElroy 1990; Moser
and Vogel 1995; Casler et al. 2004, 2007; Berdahl et al.
2005; Casler and Smart 2013). Nielsen (1947) observed
near complete survival of northern lines but near complete
mortality of southern lines due to winter injury in a com-
mon garden in Madison, Wisconsin. Since then, agrono-
mists have established that moving a P. virgatum accession
north more than 500 km from its location of origin exposes
it to potential winter injury and consequent mortality
(Moser and Vogel 1995; Berdahl et al. 2005). Casler et al.
(2004) found a 9%–17% reduction in yield for every har-
diness-zone P. virgatum accessions that were moved north
of their origin. McMillan (1965a) even observed winter
injury and death as far south as Austin, Texas, for an
accession transplanted from central Mexico. The mecha-
nisms underlying adaptations to cold winter conditions
have received little attention in P. virgatum. Phenology
likely plays a major role, as southern populations emerge
earlier in the season and enter dormancy later (McMillan
1965a; Casler et al. 2004, 2007; Aspinwall et al. 2013).
Southern populations may also flower too late to produce
viable seeds before the first killing frosts of winter in north-
ern locations. In addition, variation in cold acclimation

as well as freezing tolerance of rhizomes and emerging
shoots could also be important for winter survival (Thom-
ashow 1999, 2010; Clifton-Brown and Lewandowski 2000;
Farrell et al. 2006).

A long growing season, high summer temperatures, and
aridity have been suggested as the major abiotic factors
involved in natural selection of P. virgatum adaptation in
the southern Great Plains (McMillan 1965a, 1969b; Casler
et al. 2004, 2007). McMillan (1965a) found that plants
collected from northern states (North Dakota and Min-
nesota) failed to flower in his Texas common garden. Mc-
Millan hypothesized that differences in drought tolerance
and root architecture were responsible for the differential
survival in Texas. By 1967, only 12% of the clones from
outside of Texas were still alive in the Austin common
garden, while a majority (57%) of the Texas clones had
survived (McMillan 1969b). High-elevation accessions
were also eliminated by environmental stress in the Austin
common garden. Recent field trials have demonstrated that
wild accessions and cultivars derived from Texas outper-
form plants from more northern locations (Sanderson et
al. 1999b; Aspinwall et al. 2013; Kiniry et al. 2013) and
are potentially more drought tolerant (Hartman et al.
2012). Sanderson et al. (1999b) found that biomass yield
of northern cultivars decreased by an average of 0.72 Mg
ha�1 for each degree of latitude north of the common
garden in which they were grown in Texas (Casler et al.
2004). Determining the mechanisms by which morpho-
logical, phenological, and physiological differences among
populations contribute to these locally adaptive differences
in fitness in the field should be a major focus of future
research in P. virgatum.

Future Studies on Genetic Mechanisms of Adaptation

The next major step in Panicum virgatum adaptation re-
search will be to understand the genetic mechanisms that
underlie adaptive differentiation of the upland, lowland,
and coastal ecotypes as well as more widespread adapta-
tions associated with latitude. Adaptive latitudinal clines
in flowering time across the Great Plains have been studied
at the molecular level in detail in sunflowers (Helianthus
annuus), in which variation appears to be modulated by
changes in the photoperiod and gibberellin pathways
(Blackman et al. 2011). It would be interesting to deter-
mine whether the same or different molecular pathways
play a role in the flowering time cline of P. virgatum across
the Great Plains and whether those genes contribute to
other phenological adaptations such as the timing of win-
ter dormancy and spring emergence. Notably, a number
of the traits that differ between upland and lowland P.
virgatum have been the subject of extensive genetic dis-
section, not only in model plant species, such as rice and
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Arabidopsis, but also in panicoid crop species, such as
maize and sorghum. These traits include flowering time
(Lazakis et al. 2011; Hung et al. 2012; Morris et al. 2013),
inflorescence architecture (Vollbrecht et al. 2005; Choi et
al. 2012), and plant stature (Peng et al. 1999; Multani et
al. 2003). The underlying regulatory networks are likely
to be conserved in P. virgatum, as they are known to be
conserved among grasses (Vollbrecht et al. 2005; Choi et
al. 2012), or among land plants more generally (Peng et
al. 1999; Multani et al. 2003; Lazakis et al. 2011; Hung et
al. 2012). As an example, it recently has been shown that
overexpression of a maize floral regulator, Corngrass1, can
prevent flowering in P. virgatum (Chuck et al. 2011).

While local adaptation has been well established as being
common (Linhart and Grant 1996; Leimu and Fischer
2008; Hereford 2009), the genetic mechanisms underlying
local adaptation are still poorly understood in general
(Kawecki and Ebert 2004; Anderson et al. 2011; Argen and
Schemske 2012; Pannell and Fields 2013). In particular, it
is unclear how often genetic trade-offs (i.e., antagonistic
pleiotropy) at individual loci underlie the overall pattern
of local adaptation (Anderson et al. 2011, 2013; Colautti
et al. 2012; Lowry 2012b; Des Marais et al. 2013). Recip-
rocal transplant experiments that have incorporated hy-
brids for genetic mapping have found that trade-offs are
rare and that most loci have fitness effects in only one
habitat (i.e., conditional neutrality), with no detectable
effects in the alternative habitat (Gardner and Latta 2006;
Verhoeven et al. 2008; Hall et al. 2010; Fournier-Level et
al. 2011; Anderson et al. 2013). Thus far, these studies of
the genetic architecture of local adaptation have been con-
ducted only between two contrasting habitats and have
yet to be applied to adaptation along large-scale environ-
mental gradients such as latitude. Future research in P.
virgatum provides the opportunity to address the genetics
of adaptation at both the ecotype and large environmental
gradient scales.

Overall, it is important that future studies in P. virgatum
be very clear about what sources of variation are most im-
portant for different adaptations. Both ecotype status (up-
land vs. lowland) and latitude have been established as im-
portant sources of variation responsible for adaptation in
P. virgatum (Porter 1966; McMillan 1969b; Sanderson et al.
1999b; Casler et al. 2004, 2007; Kiniry et al. 2013). The
effect of ploidy (tetraploid vs. octoploid) on adaptive trait
divergence has also been evaluated in many studies but has
rarely been found to have a major effect on phenotype or
fitness in the field (Nielsen 1947; McMillan and Weiler 1959;
Warner et al. 1987; Wullschleger et al. 1996; O’Keefe et al.
2013). Further, ploidy is often confounded with ecotype
(Warner et al. 1987; Wullschleger et al. 1996) or latitude of
origin (Nielsen 1947; McMillan and Weiler 1959; O’Keefe
et al. 2013), making it difficult to determine the effects these

three major sources of variation have on adaptation. Future
studies need to include many more replicates from across
all three potential sources of variation to distinguish their
relative importance.

One of the major recent developments that will facilitate
genetic research on adaptation in P. virgatum is the on-
going genome sequencing effort (Sharma et al. 2012). The
Joint Genome Institute (US Department of Energy) re-
leased the first draft of the P. virgatum genome (Alamo
AP13) in 2012. This genome will facilitate high-through-
put development of linkage maps that can be used to
identify loci that are involved in regional and ecotypic
adaptations. Even though P. virgatum occurs as a poly-
ploid, homeologous chromosomes pair independently,
leading to disomic inheritance in tetraploid crosses (Okada
et al. 2010). This diploid genetic behavior may be the result
of P. virgatum being the product of an allopolyploid hy-
bridization event (Triplett et al. 2012). Thus, quantitative
trait locus (QTL) mapping is feasible in this system, at
least for tetraploids. In addition, a deeply sequenced tran-
scriptome is available to facilitate studies of gene expres-
sion by RNA sequencing (Casler et al. 2011; Palmer et al
2011; Wang et al. 2012). Genetic transformation has been
successfully conducted in P. virgatum (Xi et al. 2010; Chuck
et al. 2011; Fu et al. 2011; Li and Qu 2011), thus allowing
for rigorous tests of gene function. Complementary to
linkage mapping approaches, genome-wide association
studies are increasingly feasible in nonmodel systems and
can be effective at dissecting complex multigenic traits in
plants (Brachi et al. 2011). In particular, genome-wide
scans show promise for identifying single nucleotide poly-
morphism (SNP) associations with phenotypes in long-
lived perennials (e.g., lodgepole pine [Parchman et al.
2012]) and SNP associations reflecting continuous adap-
tation along latitudinal and other bioclimatic clines (e.g.,
loblolly pines [Eckert et al. 2010], Arabidopsis [Hancock
et al. 2011; Lasky et al. 2012], and sticklebacks [Jones et
al. 2012]). In P. virgatum, association studies will be fa-
cilitated by existing genome-wide maps of SNP variation
(Morris et al. 2011; Lu et al. 2013).

Future studies could utilize QTL mapping at multiple
locations across latitudes to better understand the genetic
architecture of local adaptation over large-scale environ-
mental gradients. The creation of advanced-generation
mapping populations between northern upland accessions
and southern lowland accessions holds potential to identify
loci involved in ecotypic divergence and widespread ad-
aptations associated with environmental gradients simul-
taneously. The identification of loci involved in climatic
adaptations will also help to guide breeding programs that
aim to create higher yielding cultivars of P. virgatum for
bioenergy targeted to different ecoregions of North Amer-
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ica. In this way, studies of local adaptation in P. virgatum
represent an ideal partnership of basic and applied science.
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Li, C., A. Viherä-Aarnio, T. Puhakainen, O. Junttila, P. Heino, and
E. T. Palva. 2003. Ecotype-dependent control of growth, dormancy
and freezing tolerance under seasonal changes in Betula pendula
Roth. Trees 17:127–132.

Li, R., and R. Qu. 2011. High throughput Agrobacterium-mediated
switchgrass transformation. Biomass and Bioenergy 35:1046–1054.

Linhart, Y. B., and M. C. Grant. 1996. Evolutionary significance of
local genetic differentiation in plants. Annual Review of Ecology
and Systematics 27:237–277.

Linnen, C. R., and H. E. Hoekstra. 2009. Measuring natural selection
on genotypes and phenotypes in the wild. Cold Spring Harbor
Symposia on Quantitative Biology 74:155–168.

Lovell, J. T., T. E. Juenger, S. D. Michaels, J. R. Lasky, A. Platt, J. H.
Richards, X. Yu, H. M. Easlon, S. Sen, and J. K. McKay. 2013.
Pleiotropy of FRIGIDA enhances the potential for multivariate
adaptation. Proceedings of the Royal Society B: Biological Sciences
280. doi:10.1098/rspb.2013.1043.

Lowry, D. B. 2012a. Ecotypes and the controversy over stages in the
formation of new species. Biological Journal of the Linnean Society
106:241–257.

———. 2012b. Local adaptation in The model plant. New Phytol-
ogist 194:888–890.

Lowry, D. B., K. D. Behrman, P. Grabowski, G. P. Morris, J. R. Kiniry,
and T. E. Juenger. 2014. Data from: Adaptations between ecotypes
and along environmental gradients in Panicum virgatum. American
Naturalist, Dryad Digital Repository, http://dx.doi.org/10.5061
/dryad.rm718.

Lowry, D. B., R. C. Rockwood, and J. H. Willis. 2008. Ecological
reproductive isolation of coast and inland races of Mimulus gut-
tatus. Evolution 62:2196–2214.

Lu, F., A. E. Lipka, J. Glaubitz, R. Elshire, J. H. Cherney, M. D. Casler,
E. S. Buckler, and D. E. Costich. 2013. Switchgrass genomic di-
versity, ploidy, and evolution: novel insights from a network-based
SNP discovery protocol. PLoS Genetics 9:e1003215.

Martinez-Reyna, J. M., and K. P. Vogel. 2002. Incompatibility systems
in switchgrass. Crop Science 42:1800–1805.

McKay, J. K., J. H. Richards, and T. Mitchell-Olds. 2003. Genetics
of drought adaptation in Arabidopsis thaliana. I. Pleiotropy con-
tributes to genetic correlations among ecological traits. Molecular
Ecology 12:1137–1151.

McMillan, C. 1956. Nature of the plant community. I. Uniform gar-
den and light period studies of five grass taxa in Nebraska. Ecology
37:330–340.

———. 1959. The role of ecotypic variation in the distribution of
the central grassland of North America. Ecological Monographs
29:285–308.

———. 1964. Ecotypic differentiation within four North American
prairie grasses. I. Morphological variation within transplanted
community fractions. American Journal of Botany 51:1119–1128.

———. 1965a. Ecotypic differentiation within four North American
prairie grasses. II. Behavioral variation within transplanted com-
munity fractions. American Journal of Botany 52:55–65.

———. 1965b. Grassland community fractions from central North

America under simulated climates. American Journal of Botany
52:109–116.

———. 1967. Phenological variation within seven transplanted
grassland community fractions from Texas and New Mexico. Ecol-
ogy 48:807–813.

———. 1969a. Ecotypes and ecosystem function. BioScience 19:131–
134.

———. 1969b. Survival patterns in four prairie grasses transplanted
to central Texas. American Journal of Botany 56:109–116.

McMillan, C., and J. Weiler. 1959. Cytogeography of Panicum vir-
gatum in central North America. American Journal of Botany 46:
590–593.

Missaoui, A. M., A. H. Paterson, and J. H. Bouton. 2006. Molecular
markers for the classification of switchgrass (Panicum virgatum L.)
germplasm and to assess genetic diversity in three synthetic switch-
grass populations. Genetic Resources and Crop Evolution 53:1291–
1302.

Morris, G. P., P. P. Grabowski, and J. O. Borevitz. 2011. Genomic
diversity in switchgrass (Panicum virgatum): from the continental
scale to a dune landscape. Molecular Ecology 20:4938–4952.

Morris, G. P., P. Ramu, S. P. Deshpande, C. T. Hash, T. Shah, H. D.
Upadhyaya, O. Riera-Lizarazu, et al. 2013. Population genomic
and genome-wide association studies of agroclimatic traits in sor-
ghum. Proceedings of the National Academy of Sciences of the
USA 110:453–458.

Moser, L. E., and K. P. Vogel. 1995. Switchgrass, big bluestem, and
indiangrass. Pages 409–420 in R. F. Barnes, ed. Forages. I. An
introduction to grassland agriculture. Iowa State University Press,
Ames, IA.

Multani, D. S., S. P. Briggs, M. A. Chamberlin, J. J. Blakeslee, A. S.
Murphy, and G. S. Johal. 2003. Loss of an MDR transporter in
compact stalks of maize br2 and sorghum dw3 mutants. Science
302:81–84.

Nagy, E. S., and K. J. Rice. 1997. Local adaptation in two subspecies
of an annual plant: implications for migration and gene flow.
Evolution 51:1079–1089.

Narasimhamoorthy, B., M. C. Saha, T. Swaller, and J. H. Bouton.
2008. Genetic diversity in switchgrass collections assessed by EST-
SSR markers. BioEnergy Research 1:136–146.

Nielsen, E. L. 1944. Analysis of variation in Panicum virgatum. Jour-
nal of Agricultural Research 69:327–353.

———. 1947. Polyploidy and winter survival in Panicum virgatum
L. Journal of the American Society of Agronomy 39:822–827.

Nosil, P. 2012. Ecological speciation. Oxford University Press, Oxford.
Okada, M., C. Lanzatella, M. C. Saha, J. Bouton, R. L. Wu, and C.

M. Tobias. 2010. Complete switchgrass genetic maps reveal sub-
genome collinearity, preferential pairing and multilocus interac-
tions. Genetics 185:745–760.

Okada, M., C. Lanzatella, and C. M. Tobias. 2011. Single-locus EST-
SSR markers for characterization of population genetic diversity
and structure across ploidy levels in switchgrass (Panicum virgatum
L.). Genetic Resources and Crop Evolution 58:919–931.

O’Keefe, K., N. Tomeo, J. B. Nippert, and C. J. Springer. 2013. Pop-
ulation origin and genome size do not impact Panicum virgatum
(switchgrass) responses to variable precipitation. Ecosphere 4:art37.

Palmer, N. A., A. J. Saathoff, J. Kim, A. Benson, C. M. Tobias, P.
Twigg, K. P. Vogel, S. Madhavan, and G. Sarath. 2011. Next-gen-
eration sequencing of crown and rhizome transcriptome from an
upland, tetraploid switchgrass. BioEnergy Research 5:649–661. doi:
10.1007/s12155–011–9171–1.

http://dx.doi.org/10.5061/dryad.rm718
http://dx.doi.org/10.5061/dryad.rm718


692 The American Naturalist

Palmer, P. G. 1975. Biosystematic study of Panicum amarum–P. ama-
rulum complex (Gramineae). Brittonia 27:142–150.

Pannell, J. R., and P. D. Fields. 2013. Evolution in subdivided plant
populations: concepts, recent advances and future directions. New
Phytologist 201:417–432. doi:10.1111/nph.12495.

Parchman, T. L., Z. Gompert, J. Mudge, F. D. Schilkey, C. W. Benkman,
and C. A. Buerkle. 2012. Genome-wide association genetics of an
adaptive trait in lodgepole pine. Molecular Ecology 21:2991–3005.

Parrish, D. J., M. D. Casler, and A. Monti. 2011. The evolution of
switchgrass as an energy crop. Pages 1–28 in A. Monti, ed. Switch-
grass: a valuable biomass crop for energy. Springer, London.

Peng, J., D. E. Richards, N. M. Hartley, G. P. Murphy, K. M. Devos,
J. E. Flintham, J. Beales, et al. 1999. “Green revolution” genes encode
mutant gibberellin response modulators. Nature 400:256–261.

Porter, C. L. 1966. An analysis of variation between upland and
lowland switchgrass Panicum virgatum L. in central Oklahoma.
Ecology 47:980–992.

Quinn, J. A. 1969. Variability among high plains populations of Pan-
icum virgatum. Bulletin of the Torrey Botanical Club 96:20–41.

———. 1978. Plant ecotypes: ecological or evolutionary units? Bul-
letin of the Torrey Botanical Club 105:58–64.

Roux, F., P. Touzet, J. Cuguen, and V. Le Corre. 2006. How to be
early flowering: an evolutionary perspective. Trends in Plant Sci-
ence 11:375–381.

Sanderson, M. A., J. C. Read, and R. L. Reed. 1999a. Harvest man-
agement of switchgrass for biomass feedstock and forage produc-
tion. Agronomy Journal 91:5–10.

Sanderson, M. A., R. L. Reed, S. B. McLaughlin, S. D. Wullschleger,
B. V. Conger, D. J. Parrish, D. D. Wolf, et al. 1996. Switchgrass as
a sustainable bioenergy crop. Bioresource Technology 56:83–93.

Sanderson, M. A., R. L. Reed, W. R. Ocumpaugh, M. A. Hussey, G.
Van Esbroeck, J. C. Read, C. Tischler, and F. M. Hons. 1999b.
Switchgrass cultivars and germplasm for biomass feedstock pro-
duction in Texas. Bioresource Technology 67:209–219.

Savage, J., and J. M. Cavender-Bares. 2013. Phenological cues drive
an apparent trade-off between freezing tolerance and growth in
the family Salicaceae. Ecology 94:1708–1717.

Schmer, M. R., K. P. Vogel, R. B. Mitchell, and R. K. Perrin. 2008.
Net energy of cellulosic ethanol from switchgrass. Proceedings of
the National Academy of Sciences of the USA 105:464–469.

Sharma, M. K., R. Sharma, P. Cao, J. Jenkins, L. E. Bartley, M. Qualls,
J. Grimwood, J. Schmutz, D. Rokhsar, and P. C. Ronald. 2012. A
genome-wide survey of switchgrass genome structure and orga-
nization. PLoS ONE 7:e33892.

Sork, V. L., S. N., Aitken, R. J. Dyer, A. J. Eckert, P. Legendre, and D.
B. Neale. 2013. Putting the landscape into the genomics of trees:
approaches for understanding local adaptation and population re-
sponses to changing climate. Tree Genetics and Genomes 9:901–911.

Stebbins, G. L. 1980. Botany and the synthetic theory of evolution.
Pages 139–152 in E. Mayr and W. B. Provine, eds. Evolutionary
synthesis: perspectives on the unification of biology. Harvard Uni-
versity Press, Cambridge, MA.

Stroup, J. A., M. A. Sanderson, J. P. Muir, M. J. McFarland, and R.
L. Reed. 2003. Comparison of growth and performance in upland
and lowland switchgrass types to water and nitrogen stress. Bio-
resource Technology 86:65–72.

Thomashow, M. F. 1999. Plant cold acclimation: freezing tolerance
genes and regulatory mechanisms. Annual Review of Plant Phys-
iology and Plant Molecular Biology 50:571–599.

———. 2010. Molecular basis of plant cold acclimation: insights

gained from studying the CBF cold response pathway. Plant Phys-
iology 154:571–577.

Tobias, C. M. 2009. A genome may reduce your carbon footprint.
Plant Genome 2:5–8.

Triplett, J. K., Y. Wang, J. Zhong, and E. A. Kellogg. 2012. Five nuclear
loci resolve the polyploid history of switchgrass (Panicum virgatum
L.) and relatives. PLoS ONE 7:e38702.

Turesson, G. 1922. The genotypic response of the plant species to
habitat. Hereditas 3:211–350.

Van Esbroeck, G. A., M. A. Hussey, and M. A. Sanderson. 2003.
Variation between Alamo and Cave-in-Rock switchgrass in re-
sponse to photoperiod extension. Crop Science 43:639–643.

———. 2004. Reversal of dormancy in switchgrass with low-light
photoperiod extension. Bioresource Technology 91:141–144.

Varvel, G. E., K. P. Vogel, R. B. Mitchell, R. F. Follett, and J. M.
Kimble. 2008. Comparison of corn and switchgrass on marginal
soils for bioenergy. Biomass and Bioenergy 32:18–21.

Verhoeven, K. J. F., H. Poorter, E. Nevo, and A. Biere. 2008. Habitat-
specific natural selection at a flowering-time QTL is a main driver
of local adaptation in two wild barley populations. Molecular Ecol-
ogy 17:3416–3424.

Vollbrecht, E., P. S. Springer, L. Goh, E. S. Buckler, and R. Martiens-
sen. 2005. Architecture of floral branch systems in maize and
related grasses. Nature 436:1119–1126.

Wang, Y., X. Zeng, N. J. Iyer, D. W. Bryant, T. C. Mockler, and R.
Mahalingam. 2012. Exploring the switchgrass transcriptome using
second-generation sequencing technology. PLoS ONE 7:e34225.

Warner, D. A., M. S. Ku, and G. E. Edwards. 1987. Photosynthesis,
leaf anatomy, and cellular constituents in the polyploid C4 grass
Panicum virgatum. Plant Physiology 84:461–466.

Welling, A., P. Kaikuranta, and P. Rinne. 1997. Photoperiodic induction
of dormancy and freezing tolerance in Betula pubescens. Involvement
of ABA and dehydrins. Physiologia Plantarum 100:119–125.

Wullschleger, S. D., E. B. Davis, M. E. Borsuk, C. A. Gunderson, and
L. R. Lynd. 2010. Biomass production in switchgrass across the
United States: database description and determinants of yield.
Agronomy Journal 102:1158–1168.

Wullschleger, S. D., M. A. Sanderson, S. B. McLaughlin, D. P. Biradar,
and A. L. Rayburn. 1996. Photosynthetic rates and ploidy levels
among populations of switchgrass. Crop Science 36:306–312.

Xi, Y., Y. Ge, and Z. Y. Wang. 2010. Genetic transformation of switch-
grass. Methods in Molecular Biology 581:53–59.

Yang, J., E. Worley, M. Wang, B. Lahner, D. E. Salt, M. Saha, and M.
Udvardi. 2009. Natural variation for nutrient use and remobilization
efficiencies in switchgrass. BioEnergy Research 2:257–266.

Youngs, H., and C. Somerville. 2012. Development of feedstocks for
cellulosic biofuels. F1000 Reports Biology 4:10.

Zalapa, J. E., D. L. Price, S. M. Kaeppler, C. M. Tobias, M. Okada, and
M. D. Casler. 2011. Hierarchical classification of switchgrass geno-
types using SSR and chloroplast sequences: ecotypes, ploidies, gene
pools, and cultivars. Theoretical and Applied Genetics 122:805–817.

Zhang, Y., J. Zalapa, A. R. Jakubowski, D. L. Price, A. Acharya, Y.
Wei, E. C. Brummer, S. M. Kaeppler, and M. D. Casler. 2011a.
Natural hybrids and gene flow between upland and lowland
switchgrass. Crop Science 51:2626–2641.

———. 2011b. Post-glacial evolution of Panicum virgatum: centers
of diversity and gene pools revealed by SSR markers and cpDNA
sequences. Genetica 139:933–948.

Symposium Editor: Hopi E. Hoekstra


