
SEED TRANSFER ZONES FOR A NATIVE GRASS

Festuca roemeri

A common-garden study of Festuca roemeri (Pavlick) E. B.
Alexeev (Poaceae) revealed substantial genetic variation with-
in and among 47 populations from throughout its range in
the Pacific Northwest, US, for growth, fitness, phenological,
and morphological traits. Using climatic and physiographic
variables, genetic patterns over the landscape were examined
through principal component and regression analysis.
Elevation and latitude of the seed source, and to a lesser
extent temperature and precipitation, explained a significant
proportion of the genetic variation, suggesting that observed
variation was associated with adaptation to local environ-
ments. Most plants from the Willamette Valley exhibited poor
growth and survival, perhaps due to inbreeding. Festuca roe-
meri variation clustered into seed transfer zones correspon-
ding to Level III ecoregions, and one zone was further subdi-
vided. High-elevation populations separated from lower-ele-
vation populations but did not cluster into a single seed zone.
Seed transfer zones reported here provide a guide for plant
community restoration efforts using this species.
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Fstuca roemeri (Pavlick)  E. B. Alexeev (Poaceae)  is a
      :ommunity  dominant   in grasslands    and savannas west

of the Cascade Range and Sierra Nevada from southern

British Columbia through northern California at elevations of

30 to 1830 m (100 to 6000 ft). The species is valued for habi-

tat restoration and erosion control projects, but its use has

been limited by difficulties obtaining correctly identified

seeds and by disagreements about genetically and ecological-

ly appropriate seed transfer zones. Local seeds are preferred

(McKay and others 2005), but how local those seeds should be

may vary among species (Rogers and Montalvo 2004). The

common-garden study reported here provides information to

delimit  F. roemeri seed transfer zones.

This grass was described relatively recently as F. idahoensis var.

roemeri Pavlick (Pavlick 1983) and later treated as a species (Ale-

xeev 1985). Populations from inland areas of the Klamath region

differ from both northern and coastal populations in details of

leaf anatomy and isozymes (Wilson 1999). The Klamath region

populations have been recognized as a separate subtaxon, F. roem-
eri var. klamathensis B. L. Wilson (Wilson 2007).

The species now has 3 centers of distribution. Festuca roem-
eri var. roemeri grows in relatively extensive grasslands in

the Puget Trough of western Washington. Most  F. roemeri
populations in the Willamette Valley and Douglas County are

small and isolated (Wilson 1999). The F roemeri var. klama-
thensis populations in northwest California and southwest

Oregon vary in size but are often large and interconnected. 287
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A practical problem limiting restoration use of F. roemeri is
that it often grows in mixed populations with F. rubra L., and
the 2 species are easily mistaken for each other (Wilson 1997;
Dunwiddie and Delvin 2006). Ensuring that wild-collected
seeds are actually F. roemeri requires careful examination of
each individual plant from which seeds are collected, or grow- .
ing the seeds in cultivation for at least one generation and
removing contaminant plants. Therefore, the most practical
way to obtain correctly identified seeds of F. roemeri is to buy
them from cultivated sources that have been checked repeat-
edly for identification.

A more theoretical problem has been lack of consensus on
appropriate seed transfer zones. This grass is variable in stature,
foliage color, and morphological details. An earlier study of F.
roemeri revealed that many leaf traits are plastic, varying in
response to the environment, but that others are stable and pre-
sumably genetic (Wilson 1999). Therefore, much of the
observed variation in F. roemeri could be purely phenotypic and
of little value for delimiting seed transfer zones. The problem is

particularly acute in the Willamette Valley, where the small
remnant populations differ in color, height, and leaf width (B.
Wilson, personal observation). It is unclear if the differences are
genetic or phenotypic; if the differences are genetic, it is unclear
whether they are adaptive or if they are merely non-adaptive
results of inbreeding in small isolated populations.

This article reports on a study that compared Festuca roe-
meri populations   in  a common-garden   setting, removing the
effects of the environment and revealing patterns of genetic
variation. The study concentrated on F. roemeri var. roemeri
from the centers of distribution in the Puget Trough,
Washington, and the Willamette Valley, Oregon. To provide
context, populations of F. roemeri var. klamathensis   were
included, as well as F. roemeri var. roemeri populations from
coastal, Columbia Gorge, and high-elevation sites (Figure 1).
Results were used to delimit genetically appropriate seed
transfer zones for F. roemeri.

METHODS
Common Garden
The common garden was established at Corvallis Plant

Materials Center of the USDA Natural Resources Conservation
Service. The site was in Benton County, Oregon, at 68 m (225 ft)
elevation, on level, moderately well-drained Woodburn silt
loam soil. The mean annual precipitation was 107 ern (42 in).

In 2001 and 2002, seeds were obtained from 55 wild pop-
ulations. Each population was initially categorized into an
ecological grouping based on known geographic and taxo-
nomic factors (Table 1). Each individual plant had its own
coin envelope in which seeds were stored, together with a few
leaves from the parent plant. Thirty or more seeds were col-
lected from at least 8 maternal plants in each population.
Taxonomic identity of samples was checked by examining leaf
cross-sections cut from the central third of a leaf from at least
one-fifth of the samples, but additional specimens were
examined when samples deviated from expected F. roemeri
morphology (Wilson 1997, 1999).

On 16 and 17 December 2002, seeds from the 47 popula-
tions that were identified as F. roemeri and had mature seeds
(Table 1) were planted in 164-ml tube containers, watered,
and stratified by storing them at 3°C (37oF)in the dark. Eight
half-sib families per population were used, except when only
fewer than 8 were available. Eight or more tubes per family
were planted with 3 seeds each. On 6 January 2003, the tubes
were placed in the greenhouse in a randomized block design
with each of the 3 greenhouse benches treated as a block to
account for an environmental gradient in the greenhouse. The
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greenhouse was set at a 21 °C/18 °C (70 °F/64 °F)day/night
temperature with a 14-h day length. Once emergence was
complete, tubes were randomly thinned to one seedling each.
After 12 wk in the greenhouse, plants were moved to a shade
house for 5 wk to harden off before being planted in the field.

Plugs were planted in a fallow field during 8 May to 12 May
2003 using a completely randomized design with 8 plugs per
family (that is, 8 replications of single plant plots) with a sin-
gle row border. Slow-release fertilizer (Osmocote
14N:14P2Os:14K2O;  The Scotts Company, Marysville, Ohio)
was placed into each hole prior to planting each F. roemeri
plug, and weeds were controlled by hand tillage, herbicides, and
bark mulch. The field was irrigated approximately once each
month in 2003, but not in later years. To minimize infection by
leaf and stem rusts (Puccinia spp.  (Uredinales: PucciniaceaeJ),
chlorothalonil and propiconazole were applied 5 times in 2003
and 9 times in 2004. Each individual plant was top-dressed with
slow-release fertilizer once each winter (2004 and 2005).

Data Collection
Data were recorded for traits related to seedling growth,

foliage and fertile culms, phenology, rust infection, and seed
yield (Table 2). Emergence date was determined by examining

every tube daily. Seedlings that emerged were marked with a
small stick. Albinism was also recorded for cotyledons lacking
pigment. Plant height was measured as the length of the third
longest leaf, and culm height was the height of the tallest fer-
tile shoot. Width was measured at ground level. Leaf and (or)
stem rust infection, leaf color, leaf abundance, and culm abun-
dance were estimated by scoring. Lemma measurements
excluded the awn. Seedling height and width were measured in
the greenhouse at 10 wk after planting. Morphological traits
and rust infection were measured in the field between 28 July
and 1 August 2003, in June 2004, and in June 2005 (Table 2).
From March to November 2004, all plants were evaluated for
their phenology (Table 2). Between March and August, the
plot was monitored weekly, and biweekly thereafter. Seeds
were harvested selectively on a plant-by-plant basis at the opti-
mal time to maximize the amount of seeds collected from each
plant, from 3 June until 20 July 2004. At the end of this peri-
od, seeds were bulked within families, dried, and weighed.

Analysis
NCSS (Hintze 2001) was used to perform t-tests and

Wilcox rank-sum tests. Analysis of variance (PROC GLM, SAS
1999) was conducted on all traits to identify statistical differ-
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ences among populations and families within populations. For
the greenhouse traits, benches served as replications.

Principal component analysis (PROC PRINCOMP) was
conducted using SAS (SAS 1999) on population means of 15
traits (Table 2) chosen to represent a range of morphologica
and phenological attributes (growth, form, phenology, leaf
and seed traits) and included variables with relatively strong
population differences and some correlation to physiographic
variables. The first 3 principal components (PCs) explained
68% of the variation in the 15 variables and were further

examined for relationships to physiographic and climatic vari-
ables. Because the fourth PC explained only 8% of the varia-
tion, subsequent analyses examined only the first 3 PCs.

Environmental variables were determined for the population
sources and used to examine the relationship of source environ-
ments to thePCs. Climatic data were extracted from the
Parameter Elevation Regressions on Independent Slopes Mode
(PRISM) (PRISM Group 2007) statistical geographical model
which estimates monthly and annual average precipitation, min-
imum and maximum temperature, and the average dates of the
last and the first frost for 4 x 4-km (2.5 x 2.5-mi) grid cells (Daly
and others 1994). For each site, the following data were available
latitude, longitude, elevation, fall first frost day, spring last frost
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day, total annual frost free days, annual amount of precipitation,
average annual temperature, average monthly precipitation,
minimum, maximum, and average (mean of min and max)
monthly temperatures. The following variables were also con-
structed: total annual precipitation, mean annual temperature,
average temperature, and total precipitation for spring
(March-May), summer (June-August), fall (September-
November), and winter (December-February). Simple and
multiple regression models were constructed by regressing the
PC scores on geographic and climatic variables. Model-building
was performed using the r-square selection method (PROC
REG) that identifies the models with the largest regression coef-
ficient of determination for the specific number of variables
considered. The best 3- or 4-variable model is reported in each
case, such that all variables were statistically significant (P <
0.05) and the number of independent variables did not exceed
10% of the total observations (hence 4 parameters).

RESULTS

A few seedlings (0.6%) were emerging when the containers
were moved to the greenhouse after stratification. Emergence
peaked 4 d later, when 29% of seedlings emerged, and quick-
ly tapered off although the last observed seedling emerged 22
d after containers were brought to the greenhouse.

Certain geographically peripheral populations included in
the common garden were removed from analysis because they
distorted analysis of more typical   F. roemeri populations. The
Duncan Spring and Memaloose Park plants were collected in
transition zones between F. roemeri and F. idahoensis. Both had
high mortality and very low seed yields in the common-garden
study. The 2 populations collected in the San Francisco area,
from Mount Tamalpais and San Bruno Mountain, were mor-
phologically unusual and were located far south of the others.

Survival rates in the common garden were very high until
early 2006. Over 99% of individuals survived the first sum-
mer. A year later, 95% had survived, and nearly 75% had sur-
vived to the end of summer 2005. Population survival rates
through 2005 ranged from 29% (Hurricane Ridge, Olympic
National Park) to 98% (Cummins Creek, coastal Oregon).
During the winter of 2005-2006, the common-garden plot
experienced severe flooding, the plants were inundated con-
tinuously for several weeks, and only 181 plants (6.5%) sur-
vived. Nine of the top 10 surviving populations were from the
Oregon coast or western Washington.

Although the common-garden study was performed in the
Willamette Valley, the Willamette Valley populations tended
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to perform more poorly for fitness-related traits than did
Puget Trough and Oregon coast populations (Appendix 1). In
5 Willamette Valley populations, 4% or more of the seedlings
were albino. The only Willamette Valley populations lacking
albinos had seedling emergence rates of 11% or less. By con-
trast, the only Puget Trough population with more than 4%
albinos was Yelm, an urban remnant population with less than
50 individuals. Of the 8 populations that did not survive the
flooding in 2006, 7 were from the Willamette Valley.

Not all Willamette Valley populations performed poorly.
Kloster Mountain, Horse Rock Ridge, and Rock Hill popula-
tions produced high seed yields and exhibited fairly high sur-
vival (82 to 85%) through 2005. These 3 were relatively large
wild populations (500 to 3000 plants), while all other
Willamette Valley populations had samples that were small (25
to 300 plants), except the Morton Farm population that grows
on a patch of high-magnesium Dickson silt loam and has low
yield both in the wild and in the common-garden study.

Festuca roemeri proved to be highly variable in leaf color,
width, density, and length, as well as number and length of fer-
tile culms (Figure 2). Some populations could be recognized
easily. ANOVA showed that both the population and families
within population effects were all statistically significant at P <
0.05 (data not shown).

Many of the traits showed some level of association (correla-
tion) with the physiographic variables (Appendix 2). Growth-
related traits such as plant height and width were correlated with
latitude and elevation, particularly in 2003, the first year of
growth (Appendix 2). Variation in seed quality in the first year
might result from effects of seed source environment on seed
quality, as well as on genetics. High-elevation and high-latitude
plants were more compact, with shorter leaves and wider
crowns. The high-elevation plants also had broader leaves,
though that feature was not quantified. Plants from lower eleva-
tions and latitudes were variable but generally possessed longer
leaves and narrower crowns. In 2004, plants from higher eleva-
tions had shorter culms than plants from low elevations. No sig-
nificant correlations or trends were found for foliage in year
2004 or 2005; leaf abundance was correlated with latitude in
2004 (Appendix 2). Seed-source temperature appeared to be a
stronger driver than precipitation for most traits, the exception
being growth traits in 2003 and 2004.

Phenology in 2004 varied by ecological group. Festuca roe-
meri var. klamathensis from Hulkill Hollow, Jackson County,
Oregon, flowered in March, and plants of other populations
continued flowering into June. Average seed harvest date per
population varied from 8 June to 1 July, and dates of seed
ripening varied by ecological group. The Siskiyou populations
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were first, averaging 13 June, then, in order, high-elevation,
Puget Trough, San Juan, Willamette Valley, Coastal, and
Columbia Gorge populations with the average maturity date
of 28 June. Anthesis and seed shatter were significantly corre-
lated with latitude and elevation; linear regression of these
traits shows that both occur earlier in higher-elevation popu-
lations, at a rate of 1.6 d per 305 m (1000 ft) elevation for
anthesis and 0.9 days per 1000 ft for seed shatter. Nearly all
populations included some plants that did not flower (7%),
that set seeds and proceeded to go dormant (15%), and that
set seeds but did not go dormant (78%). The Cummins Creek
Trail population from coastal Oregon was unique in that every
plant flowered and set seeds, but none became dormant.

Rust incidence rates in 2003 were correlated with latitude
and highly associated with summer precipitation. Rates were
low on southern and northern populations and highly variable
on middle latitudes (Figure 3). Rust incidence was highest on
populations from areas of lower summer precipitation and
highest on populations collected in the Willamette Valley.

The first principal component (PCl) accounted for 32% of
the total variation and was strongly correlated to many of the
growth traits as well as to the emergence and phenology dates
and survival (Appendix 2). Of the 3 PCs, PCl was least associ-
ated with physiographic and environmental variables. PC2
accounted for 19% of the total variation and was strongly cor-
related to many of the growth traits and some of the seed traits
(Appendix 2). It was strongly associated with elevation (r =
-0.86; Figure 4) but also associated with latitude, temperature,
and precipitation (Appendix 3). PC2 was strongly associated
with the environment at the source location. PC3 accounted
for 17% of the total variation and was strongly correlated to
color and rust traits and most of the maturity date traits
(Appendix 2). PC3 was associated with seed source latitude
and temperature (Appendix 3).

PC2 and PC3 were strongly associated with the seed-source
environments, indicating clinal variation patterns. In addition,
the amount of the total variation of the original 15 traits
explained by physiographic and climate variables was over
40% (sum of the r-squares X the percentage of variation
explained in the PCs). This suggests that natural selection
explains a substantial proportion of the genetic variation in
this region (see Johnson and others 2004).

Before plots of PC2 versus PC3 were examined to look for
clusters that might indicate populations with similarly adapt-
ed genotypes, principal components analysis was rerun with-
out the 2003 height, width, and form measurements because
early plant growth might have been affected by the environ-
ment in which the seeds were produced. Both analyses

296

revealed an overall similarity among   F. roemeri populations
and both analyses revealed populations clustered in the same
geography-based groups (Figure 5).

Because elevation was strongly associated with PC2 and lat-
itude was associated with both PCl and PC2, the populations
were initially sorted into 4 broad categories: high-elevation (>
914 m [3000 ft]), Siskiyou (southern), Oregon (middle), and
Washington (northern). The plot of PC2 versus PC3 (Figure 5)
demonstrates that, in general, the Oregon and Washington
sources have larger PC2 scores than the Siskiyou and high-ele-
vation sources. The Oregon sources generally have higher PC3
scores than the Washington sources, but the Siskiyou and high-
elevation sources are mixed together and cannot be separated
on the basis of PC3 score. The PCI score (not shown) does
show some separation between the high elevation and Siskiyou
sources. The Siskiyou sources also exhibited unique leaf mor-
phology (Wilson 1999), so it seemed reasonable to keep the
high-elevation and Siskiyou sources separate.

The 3 Washington sources that were intermixed with the
Oregon sources (Figure 5) were all from small populations in
the San Juan Islands. They were redefined as a "San Juan" zone.
The remaining low-elevation Washington sources were all
from relatively large populations in the Puget Trough or
recently isolated remnants from them. This group was rede-
fined as a "Puget Trough" zone.

The 2 sources with the highest seed yields (Cummins Creek
and Cape Perpetua) were the only sources sampled from the
Oregon Coast (Figure 1). In principal components analysis
they overlapped with the Willamette Valley populations
(Figure 5). However, they were geographically separated from
the Willamette Valley. They also had above-average survival in
2006 and above-average rust resistance (data not shown),
which resulted in some of the largest PCl scores. These 2 pop-
ulations were taken out of the Oregon group and designated
as "Coastal." Nearly all the remaining low-elevation "Oregon"
sources were from the Willamette Valley, so this group was
designated as a "Willamette Valley" zone. There were no obvi-
ous geographic or ecological clusters within the Willamette
Valley cluster (Figure 5).

DISCUSSION

Common-garden studies provide a robust method for untan-
gling genetic and environmental contributions to adaptive traits
such as leaf morphology and growth rate. This study revealed
substantial genetic variation in F. roemeri (Figure 2) but also
revealed patterns that can be used to identify seed transfer zones.
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The most important environmental variables for assigning
Festuca roemeri populations to unique genetic groups (Figure
5) were elevation and latitude. High -elevation populations
were too diverse to form a single cluster of similar popula-
tions, but they did differ from the low-elevation populations.
The low-elevation  (< 914 m [3000 ft ) populations clustered
into 3 groups (Figure 5) that, when mapped on the landscape,
corresponded with Level III ecoregions (Thorson and others
2003; Figure 1) to a large extent. A study of F. roemeri DNA
also found that all populations were similar and samples from
the same geographic area tended to cluster together (Jones and
others 2008). In that study, the Siskiyou and Puget Sound clus-
ters were recovered, but the variable Willamette Valley popu-
lations formed 2 clusters. A few populations, for example, the
Ace Williams population isolated on a serpentine outcrop in
northern Douglas County, Oregon, did not cluster closely with
other sampled populations.

The populations of the Puget Lowlands Ecoregion in west-
ern Washington (Thorson and others 2003) were divided into
2 seed transfer zones because of small genetic differences
between mainland and island populations (Figure 5; Jones and
others 2008) and because of the geographic isolation between
those groups (see Figure 1). The Puget Trough zone includes
mainland populations, most of them very large with thou-
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sands of individuals, on flat to gently rolling prairies. The San
Juan zone includes smaller, more isolated populations on
islands in Puget Sound.

Although the Willamette Valley populations were more
genetically diverse than the Washington populations (Figure
5), they were treated as one seed transfer zone because no geo-
graphic or ecological patterns were detected within this clus-
ter. Treating the Willamette Valley as a single seed zone is con-
sistent with the conclusions of previous studies of Pseudotsuga
menziesii (Mirb.) Franco (Pinaceae) below 914 m (1000 ft)

elevation (St Clair and others 2005), Alnus rubra Bong.
(Betulaceae) (R Johnson, personal observations), and the
Poaceae grasses Danthonia californica Bol. (R Johnson, per-
sonal observations) and Bromus carinatus Hook. & Am.
(Doede, undated report).

In general, local populations are thought to be better
adapted to local conditions than are plants from distant loca-
tions (Montalvo and Ellstrand 2001), but the Willamette
Valley populations did not perform best in this Willamette
Valley common garden. The 2 coastal populations performed
much better, for example, having average seed yields 125% as
great as the next highest-yielding population. The Willamette
Valley plants performed poorly, tending to do worse than the
populations from the Puget Trough (Appendix 1). This could
be interpreted as evidence that Willamette Valley plants are
not well adapted to the Willamette Valley, or at least to the
common-garden site. The garden was located on the valley
floor but most Willamette Valley populations were collected
on slopes. A more careful look at the results, however, suggests
an alternative hypothesis.

Three Willamette Valley populations yielded and survived
well in the common-garden study on the valley floor, even
though all 3 were collected on steep slopes. All 3 had relatively
large populations, estimated at close to or more than 1000
plants each. All the other Willamette Valley populations sam-
pled were small, with 25 to 300 plants, except for one from an
unusual substrate (high-magnesium Dickson silt loam),
which had low seed yield in the wild and in the common gar-
den. We hypothesize that most Willamette Valley populations
suffer from lowered fitness due to inbreeding in small popu-
lations. The hypothesis is consistent with unquantified obser-
vations in a cultivated field unrelated to this study, where
wildland-collected seeds from several Willamette Valley pop-
ulations crossed to produce FI generation plants that were
larger, more rust resistant, longer lived, and higher yielding
than plants grown from wildland-collected seeds (K
Kuykendall, BWilson, personal observations). The hypothesis
that the Willamette Valley populations are more inbred than
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most F. roemeri populations could be tested using molecular
markers that identify heterozygotes and assess overall popula-
tion diversity.

The history of F. roemeri populations in the Willamette
Valley suggests that they would be susceptible to a buildup of
harmful alleles. When the valley was covered by prairies
(Habeck 1961), community dominant F. roemeri would have
been abundant. It is probably an obligate outcrosser like its
relatives in the F. ovina complex (Stace 2002). A large out-
crossing population such as this would carry many potential-
ly harmful alleles at low frequencies. As F. roemeri populations
fragmented following Euro-American settlement, remaining
populations became isolated, and harmful alleles may have
increased in frequency. Small inbred populations can purge
their harmful alleles, but apparently there has been inadequate
time for that to occur in these populations.

We hypothesize that healthier Willamette Valley accessions
of F. roemeri for habitat restoration and erosion control pro-
jects can be generated by crossing plants from the small,
inbred, wild populations, thus producing a cultivated seed
source that overcomes lowered fitness resulting from inbreed-
ing in the small remnant wild populations.

The F. roemeri seed transfer zones delimited in this article
provide a practical guide for restoration efforts using this
species. Results of this study suggest that movement of
propagules within each proposed seed transfer zone poses
minimal risk of maladaptation. The seed zones can also be
used for selecting seed sources to create ecologically appropri-
ate F. roemeri populations for seed increase in cultivation.
Such seed increases should lead to better supplies of correctly
identified seeds for use in each zone. Creation of pre-varietal
germ plasm releases has been initiated at the USDA NRCS
Corvallis Plant Materials Center (Darris and others 2008).
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APPENDIX 3

This study was performed by the Institute for Applied Ecology 
IAE) and the USDA Natural Resources Conservation Service
(NRCS) Plant Materials Center (PMC) of Corvallis, Oregon. It
was funded by the Eugene, Medford, Roseburg, and Salem dis-
tricts of the Bureau of Land Management, the USDA NRCS
Portland, Oregon, and the USDA Forest Service Pacific
Northwest Research Station, in Corvallis, Oregon. Some of the
seeds were collected by E Alverson, D Amme, R Brainerd, R
Brock, P Cereghino, P Dunwiddie, S Erickson, M Giesler, P
Green, M C Jaresch, A Kirk, J Koenig, M Mooers, F Morton, B
Newhouse, L Randolph, and V Stansell. Amy Bartow of the
Corvallis PMC provided leadership and participation in green-
house plant care and plot maintenance. PMC staff P Gonzalves,
S Johnson, J Phillips, and K Robb assisted at various stages of
this study. Dr T Kaye of IAE helped us randomize the plantings
and investigated seed germination of F. roemeri.
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