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Abstract

Invasive plants formed via hybridization, especially those that modify the

structure and function of their ecosystems, are of particular concern given the

potential for hybrid vigor. In the U.S. Pacific Northwest, two invasive,

dune-building beachgrasses, Ammophila arenaria (European beachgrass) and

A. breviligulata (American beachgrass), have hybridized and formed a new

beachgrass taxa (Ammophila arenaria × A. breviligulata), but little is known

about its distribution, spread, and ecological consequences. Here, we report on

surveys of the hybrid beachgrass conducted across a 250-km range from

Moclips, Washington to Pacific City, Oregon, in 2021 and 2022. We detected

nearly 300 hybrid individuals, or an average of 8–14 hybrid individuals

per km of surveyed foredune. The hybrid was more common at sites within

southern Washington and northern Oregon where A. breviligulata is abundant

(75%–90% cover) and A. arenaria is sparse and patchy. The hybrid displayed

morphological traits such as shoot density and height that typically exceeded

its parent species suggesting hybrid vigor. We measured an average growth

rate of 30% over one year, with individuals growing faster at the leading edge

of the foredune, nearest to the beach. We also found a positive relationship

between hybrid abundance and A. arenaria abundance, suggesting that

A. arenaria density may be a controlling factor for hybridization rate. The

hybrid showed similar sand deposition and associated plant species richness

patterns compared with its parent species, although longer term studies are

needed. Finally, we found hybrid individuals within and near conservation

habitat of two Endangered Species Act-listed, threatened bird species, the

western snowy plover (Charadrius alexandrinus nivosus) and the streaked

horned lark (Eremophila alpestris strigata), a concern for conservation

management. Documenting this emerging hybrid beachgrass provides insights

into how hybridization affects the spread of novel species and the consequences

for communities in which they invade.
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INTRODUCTION

Species invasions are ever increasing (Seebens et al., 2021)
and, as one of the leading drivers of global environmental
change, they can be a pressing and costly concern (Diagne
et al., 2021; Pyšek et al., 2020). Invasive species may also be
ecosystem engineers, modifying ecosystem structure
and functioning by altering biogeochemical cycling
(Barot et al., 2007; Vitousek et al., 1987), disturbance
regimes (e.g., Mack & D’Antonio, 1998), species inter-
actions (e.g., Gribben et al., 2009), and/or physical
characteristics of the environment (Crooks, 2002;
Gutiérrez et al., 2011). Research has typically focused
on the negative effects of biological invasions, but invaders
may also increase ecosystem services, posing management
trade-offs. Understanding the role of invader-mediated
ecosystem functions is needed to optimize ecosystem
services and management (Bennett et al., 2009; Funk
et al., 2014).

One factor that can improve the invasion success of
species is hybridization (Ellstrand & Schierenbeck, 2000;
Schierenbeck & Ellstrand, 2009), as a result of new
genotype combinations and greater genetic diversity
(Hovick & Whitney, 2014; Lee, 2002; Vilà et al., 2000).
Hybridization may also produce first-generation offspring
(F1 hybrids) with exceptional traits or greater fitness
compared with both parent taxa, a phenomenon known
as hybrid vigor (Arnold & Hodges, 1995). For instance,
the cordgrass hybrid Spartina anglica has enhanced
physiological functions that allows it to grow in a variety of
habitats, contributing to its fast spread and dominance
(Dethier & Hacker, 2005; Hacker & Dethier, 2006;
Lee, 2003).

We explore for the first time the distribution, abundance,
growth, and ecological effects of a newly discovered
non-native beachgrass hybrid found on U.S. Pacific
Northwest dunes (Figure 1; Appendix S1: Figure S1).
This dune-building ecosystem engineer is the hybrid
offspring of two invasive congeners, Ammophila arenaria
(European beachgrass, native to Europe) and A. breviligulata
(American beachgrass, native to the U.S. East Coast and
Great Lakes), which were intentionally planted in the early
1900s for sand stabilization. The hybrid was first detected in
2012 and verified as a hybrid in 2021 (Mostow et al., 2021).
As of 2019, 21 hybrid individuals had been detected from
southern Washington to northern Oregon (Figure 1).

Ammophila arenaria was first introduced to California
in 1869 (Cooper, 1967) and then to Oregon in 1910
(McLaughlin, 1942); it subsequently spread widely along
the Pacific coast and now occupies a range from Los
Angeles, California (34� N), to Haida Gwaii (54� N),
British Columbia, Canada (Breckon & Barbour, 1974;
Wiedemann & Pickart, 2004) (Figure 1). In the mid-1930s,
A. breviligulata was planted in northern Oregon and southern
Washington (McLaughlin, 1942) where it spread rapidly
north of the Columbia River and invaded dunes previously
dominated by A. arenaria (Seabloom & Wiedemann, 1994).
The two congeners currently overlap in their geographic
ranges between northern Oregon and British Columbia
(Figure 1). The native dune grass species on the Pacific
coast, Leymus mollis (American dune grass), continues to
occupy a broad distribution in this range but occurs at
lower densities than the Ammophila grasses (Hacker
et al., 2012; Pickart, 2021).

The Ammophila beachgrasses are well known for
their species specific ability to capture windblown sediment,
forming differently shaped foredunes (Biel et al., 2019;
Hacker et al., 2012, 2019; Zarnetske et al., 2012). On
the Pacific coast, the dense vertical growth form of
A. arenaria leads to deeper sand deposition and taller,
narrower dunes, while the comparatively sparse
and lateral growth habit of A. breviligulata results in
shorter, wider dunes, even after controlling for sedi-
ment supply (Biel et al., 2019; Hacker et al., 2012). This
variability in dune shape differentially affects coastal
vulnerability (Ruggiero et al., 2018), with dunes formed by
A. breviligulata projected to provide less coastal protection
than A. arenaria as a result of overtopping by extreme
waves and sea level rise (Seabloom et al., 2013).

The two beachgrass species are linked to decreased
native plant dune species diversity (Biel et al., 2017;
Pickart, 2021; Zarnetske et al., 2010), including the
endangered pink sand verbena (Abronia umbellate ssp.
breviflora) (Breckon & Barbour, 1974). Although both
congeners pose threats to native species, A. breviligulata
is associated with lower plant species richness, indicating
that it may be a superior competitor (Hacker et al., 2012).
Populations of the federally listed western snowy plover
(Charadrius alexandrinus nivosus) and streaked horned
lark (Eremophila alpestris strigata), which require open,
sparsely vegetated habitat (Muir & Colwell, 2010; Pearson
et al., 2005), have also declined due to the beachgrasses.
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F I GURE 1 Legend on next page.
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Given the co-occurrence pattern of the two Ammophila
parent species (Figure 1), and the detection of 21 hybrid
individuals without a systematic search, we suspected
that the hybrid was more common. Genomic analyses
confirmed the presence of first-generation (F1) and
late-generation (F2) hybrid individuals, as well as a
single backcross between the hybrid and A. arenaria,
confirming a hybrid swarm (population of hybrids beyond
the first generation) (Mostow, 2022). These analyses showed
that either species can serve as the maternal parent, indi-
cating little to no reproductive barriers to hybridization.
We also anticipated the hybrid would have a high growth
rate and enhanced competitive ability given its morphology
(high shoot density and shoot height) (Mostow et al., 2021;
Mostow et al., in press) and its ability to outcompete its
parents in a common garden experiment (Mostow et al., in
press). These traits may enable the hybrid to capture more
sand and build larger dunes than its parents, enhancing
coastal protection and carbon storage (Stepanek, 2023).
However, there could be negative effects on native species,
especially if the hybrid spreads and establishes in areas
where endemic plant species are common.

To address knowledge gaps surrounding the distribution
and abundance, growth rate, and ecological consequences
of the novel Ammophila hybrid, we surveyed dunes
over a 250-km stretch of the U.S. Washington and
Oregon coastline over a three-year period. We hypothe-
sized the following:

1. The hybrid would be found over a larger range and at
much higher abundances than previously known,
including on designated habitat for Endangered Species
Act-listed shorebirds. We also surmised that A. arenaria
abundance may be a factor in hybridization rate, given
the dominance of A. breviligulata and the sparse patchi-
ness of A. arenaria at most locations in the hybrid’s
range.

2. Hybrid individuals would demonstrate significant
growth over a year and that the hybrid would exceed
its parents in functional morphology in a field setting,
consistent with results from a common garden experi-
ment (Mostow et al., in press).

3. We would observe greater sand deposition and lower
plant species richness under hybrid plants than under

parent plants due to hybrid functional morphology
and competitive ability.

METHODS

Distribution and abundance of the
beachgrass hybrid and its parent species

To determine the distribution and abundance of the
hybrid beachgrass Ammophila arenaria × A. breviligulata
and its parent species, we conducted ground-based field
surveys in the summers of 2019, 2021, and 2022 across a
250-km stretch from Moclips, Washington to Neskowin,
Oregon, at sites in which we had either found the hybrid
in the past (Mostow et al., 2021) or suspected we would
find the hybrid because of the presence of both parent
species (Figure 1; Appendix S1: Tables S1 and S2).
These surveys were in five distinct dune locations
roughly corresponding to different littoral or sublittoral
cells (i.e., areas along the coast containing the same sedi-
ment sources, transport pathways, and sinks), including
from north to south: (1) North Beach, Washington,
from Moclips to the Grays Harbor North Jetty; (2) Grayland
Plains, Washington, from the Grays Harbor South Jetty to
Tokeland; (3) Long Beach, Washington, from Leadbetter
Point to Cape Disappointment (4) Clatsop Plains, Oregon,
from the Columbia River North Jetty to Gearhart; and
(5) Pacific City, Oregon, from Cape Kiwanda to Nestucca
Spit (Figure 2; Appendix S1: Table S1). We additionally
searched for the hybrid along a 9 km distance from
Seaside to Neskowin, Oregon (just south of the hybrid’s
southern limit at Pacific City), but found none within
these surveys (Figure 2; Appendix S1: Table S2).

From North Beach, Washington, to Clatsop Plains,
Oregon, A. breviligulata has an average proportional
abundance of 75%–90% whereas A. arenaria is sparse
and patchy or is in relict populations on the back dune
(Figure 1; Hacker et al., 2012). In contrast, the dune region
south of Clatsop Plains but north of the Pacific City sub-cell
shows an opposite pattern with A. arenaria as the dominant
beachgrass and A. breviligulata in sparse patches.

We established transects in the alongshore direction to
search for hybrid and A. arenaria individuals (or “patches”),

F I GURE 1 The distribution and relative abundance of Ammophila arenaria (red) and Ammophila breviligulata (blue) on the US Pacific

Coast. The known range of the hybrid beachgrass Ammophila arenaria × A. breviligulata is given between the arrows (see Figure 2).

Observations range from Graham Island, British Columbia, Canada, to San Nicolas Island, off the coast of southern California, USA. Most

observations (circles) were sourced from the iNaturalist project Hybrid beachgrass mapping in the Pacific Northwest (https://www.inaturalist.

org/projects/hybrid-beachgrass-mapping-in-the-pacific-northwest) as of December 2022 (N = 1202 from 725 observers). Observations were

“Research-grade,” meaning there was a consensus among at least two of three identifiers on iNaturalist as well as our independent visual

assessment. Additional observations are from Hacker et al. (2012) (triangles) and R. Mostow (star). Photo by S. Hacker.
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moving in a zigzag pattern in teams of three or four
observers across the foredune profile (53 transects
total, among sites: North Beach, 9 transects; Grayland
Plains, 6 transects; Long Beach, 10 transects; Clatsop
Plains, 10 transects; Pacific City, 2 transects; Other
Oregon, 16 transects) (Appendix S1: Table S2). The
abundance of Ammophila breviligulata was not quanti-
fied in our surveys given that this species is in such
high abundance at all locations (except Pacific City) that it
does not occur in patches (Hacker et al., 2012). Hybrids
and A. arenaria were distinguished from A. breviligulata
by visually comparing flowering shoots, shoot height,
shoot length, and/or shoot color (hybrid has dark red
shoots, Appendix S1: Figure S1). We used ligule length
to confirm identification of each patch (average ligule
length of 7.7 mm for the hybrid, 25.7 mm for A. arenaria,
and 1.4 mm for A. breviligulata) and marked its location
(Garmin GPSMap unit; accuracy ±~3.7 m). For Pacific
City and a few other Central Oregon locations where
A. arenaria is dominant and A. breviligulata is rarer,
we conducted similar surveys for hybrids, but only found
two patches at Pacific City (Appendix S1: Table S2).

Cartography and spatial analysis for the hybrid
beachgrass surveys were conducted using ArcGIS Pro 3.0
with projection NAD1983 UTM Zone 10N. Distance for
each alongshore search transect was calculated by mea-
suring the distance between start and end latitudes, not
accounting for longitudinal distance (Appendix S1:
Table S2). To account for variation in length of each
search transect (which ranged from 0.08 to 3.2 km), we
divided the transect into equal intervals of approximately

0.2 km. We then standardized density by dividing the total
number of individuals found within each transect segment
by the total length (in kilometers) of the segment, and
multiplied by 0.2 km.

In addition to ground-based field surveys, we mapped
the occurrence of A. arenaria, A. breviligulata, and the
hybrid on the Pacific coast using research-grade iNaturalist
occurrence records (iNaturalist.org, 2023) of the two parent
species housed on The Global Biodiversity Information
Facility (GBIF, 2023a, 2023b). Inaccurate observations
for each species were removed after assessing all records
(n = 467 for A. arenaria and n = 111 for A. breviligulata).

Hybrid beachgrass growth and morphology
compared with its parent species

To determine the size of hybrid individuals and their
growth over time, the perimeter of a subset of patches
(n = 68, among sites: North Beach, 18 patches; Grayland
Plains, 19 patches; Long Beach, 23 patches; Clatsop
Plains, 6 patches; Pacific City, 2 patches) was measured
using a Real-Time Kinematic (RTK) GPS Global Positioning
System (R7 and R9 models, Trimble, Westminster, CO,
USA), which was programmed to collect GPS positions
every 0.1 m. A further subset of 26 patches among sites
was measured in both 2021 and again in 2022 to deter-
mine patch growth, which is the change in patch size
over time.

We also measured the shoot density and morphology
of the hybrid and its parent species using two methods.

F I GURE 2 The distribution and abundance of the hybrid beachgrass Ammophila arenaria × A. breviligulata using heat map

symbology, across a 250-km range from North Beach, Washington, to Pacific City, Oregon. The inset maps include hybrid patches and

foredune search locations at five sites including North Beach, Grayland Plains, and Long Beach, Washington, and Clatsop Plains and Pacific

City, Oregon. Foredunes searched along the coastline are represented as offset lines along the coast (green for searched, gray for not

searched).
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First, depending on the patch size, we haphazardly
placed one to many 0.25-m2 quadrats in each hybrid
patch (n = 49 patches) and in the nearest occurrence of
A. arenaria (n = 39 patches) and A. breviligulata (n = 48
patches) and measured beachgrass shoot density (number of
shoots per 0.25-m2 quadrat), shoot height (in centimeters),
and plant species percent cover. Shoot height was measured
by randomly selecting three shoots of each beachgrass taxa
in each quadrat and measuring their height from the base of
the sand to the leaf tip. Second, we measured beachgrass
morphology by first collecting three grass plant individuals
(i.e., shoots attached to a single rhizome) of each taxon from
the immediate vicinity of 30 hybrid patches (the same
26 patches measured for perimeters above, as well as one
additional patch from North Beach and three patches from
Clatsop Plains). Samples were air dried at room tempera-
ture (21�C) and each plant was measured for (1) shoots
per plant, (2) shoot height, (3) leaf number per shoot,
(4) ligule length (of the primary shoot), (5) blade width
(second leaf on the primary shoot), and (6) above- and
belowground mass separately. We then calculated several
standardized metrics, including aboveground biomass per
shoot (aboveground biomass [in grams]/shoots per plant),
belowground biomass per rhizome length (belowground
biomass [in grams]/rhizome length [in centimeters]), leaf
area (0.5 × shoot length [in centimeters] × leaf width
[in centimeters] × leaf number), and beachgrass biomass
per quadrat (aboveground biomass per shoot [in grams
per shoot] × shoot density [shoots/0.25m2]).

Sand deposition and plant community
structure with the hybrid beachgrass

To examine sand deposition and plant community struc-
ture in areas with and without the hybrid beachgrass, we
established a pair of shore-perpendicular transects at a
subset of 20 locations on or near where hybrid patch
growth measurements were made. For each pair, one
transect intersected with a hybrid patch while the other
transect was placed parallel to the first transect (spaced
an average of 14.1 ± 1.7 m apart) but without hybrid
(Appendix S2: Figure S1). To consider sand deposition,
we measured the elevation of the transects using RTK
GPS units (vertical uncertainty of ±8-cm elevation) from
the mid-beach to the heel of the foredune in 2021 and
again in 2022 (Appendix S2: Figure S2). To consider plant
community structure, we used a point-intercept method
to document all plant taxa that intersected each desig-
nated point every 2 m along the transect.

Sand deposition along the transects was calculated
using MATLAB version R2022b (9.13.0) to compare the
change in elevation (2021–2022) of paired cross-shore

transects with and without the hybrid present (hereafter
referred to as transect type) and among sections along
transects that were at pre-, within-, and post-hybrid patch
locations (Appendix S2: Figures S1 and S3). We first
transformed the horizontal units of the topographic sur-
vey from Universe Transverse Mercator (UTM) x- and
y-coordinates to alongline distance (in meters; inter-
polated every 0.1 m) using the Euclidean distance for-

mula Alongline distance =
ffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffiffi
y2 − y1ð Þ2 + x2 − x1ð Þ2

q
, where

yn = the UTM y-coordinates of a point, xn = the UTM
x-coordinates of a point, and the subscript denoting the
next point in the dataset. Then, we determined average
elevation change (in meters) of the foredune pre-,
within-, and post-patch interval for both transect types by
computing the average difference between the 2022 and
2021 elevations at the interpolated points (Appendix S2:
Figure S3).

Hybrid occurrence on threatened bird
habitat

We mapped the occurrence of hybrid patch locations,
from beachgrass search transects described above, and
their proximity to the habitat conservation areas of
two Endangered Species Act-listed birds. Hybrid loca-
tions were plotted on a map with GIS shapefiles of Snowy
Plover Management Areas (Oregon State Parks, 2019), as
well as Critical Habitat Areas of the western snowy plover
(Charadrius alexandrinus nivosus) and streaked horned
lark (Eremophila alpestris strigata) (US Fish and Wildlife
Service, 2012, 2013).

Data and statistical analyses

All statistical analyses were conducted in R v.4.3.0
(R Development Core Team, 2019). Data were examined
for normality and homogeneity of variance using visual
inspection of histograms and residual plots, respectively,
followed by Shapiro–Wilk tests and Levene’s tests for further
confirmation as needed. Data of hybrid and A. arenaria
abundance among sites (patches per 0.2 km) did not meet
assumptions of normality and homoscedasticity, even after
transformation. We therefore used a PERMANOVA with
Bray–Curtis dissimilarity (adonis2 function in vegan pack-
age; Oksanen et al., 2013) to analyze abundance of both
beachgrass taxa among sites (excluding Pacific City with
only two hybrid individuals) and transects, nested within
site. Even though the model allows post hoc comparisons
with nesting, we repeated the analysis without the nested
factor (transect) so that we could test for differences among

6 of 15 ASKEROOTH ET AL.

 21508925, 2024, 4, D
ow

nloaded from
 https://esajournals.onlinelibrary.w

iley.com
/doi/10.1002/ecs2.4830 by O

regon State U
niversity, W

iley O
nline L

ibrary on [12/04/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense



sites. The analysis showed no difference in the two
models, so we proceeded without nesting using multiple
pairwise comparisons among sites with a Bonferroni
adjustment.

The relationship between hybrid and A. arenaria
abundance (measured in patches per 0.2 km) was shown
to be nonlinear through visual inspection and was thus
examined using a generalized additive model (GAM;
mgcv package; Wood, 2015) with Restricted Maximum
Likelihood as the smoothing parameter. Following compar-
ison to an intercept-only model using the Akaike informa-
tion criterion (AIC), the predictors we included were
site as a fixed effect (increasing the amount of deviance
explained in the model by 10%) and A. arenaria abundance
as a smoothing term.

After confirming data met assumptions of normality
and homoscedasticity, we analyzed hybrid patch area
(natural log transformation) among sites (excluding
Pacific City) using a one-factor ANOVA. For hybrid
patch growth data, we first calculated the log response
ratio (LRR) of change in patch area across sites and
profile locations, given by the equation: LRR =

ln 2022patch size m2½ð �=2021patch size m2½ �Þ. We then
performed one-sided t tests to assess whether LRR was
greater than zero. We also analyzed whether LRR varied
among sites and profile locations using one-factor ANOVAs.

We conducted linear mixed-effects models (lme4
package; Bates et al., 2015) on field measured grass
shoot density (natural log transformation) and shoot
height (square root transformation) for the three
beachgrass taxa to test for differences among sites (fixed;
excluding Pacific City), patch nested within site (ran-
dom), taxa (fixed), and profile location (fixed). We
conducted Tukey honestly significant difference (HSD) post
hoc tests (emmeans package; Lenth et al., 2019) on signifi-
cant factors, unless interactions were found, in which case
post hoc analyses were performed between levels of each
factor (Underwood, 1996). We did not conduct post hoc
tests on significant three-way interactions.

To determine the relationship between beachgrass
taxa and plant species richness and abundance, we used
two methods. First, we used our point-intercept transect
surveys to consider the relationship between beachgrass
taxa and plant species abundance. Proportional occur-
rence of each plant taxon along a transect was calculated
as number of taxa observations/number of points along
transect/transect length (in centimeters), where the num-
ber of taxa is the total number of points a plant taxon
occurred along a transect, number of points is the total
number of points along a transect that were surveyed,
and transect length (in meters) is the total length of the
transect from the vegetation line to the heel of the dune.
We then used a linear mixed-effects model (Bates

et al., 2015) to test for differences in proportional occur-
rence of plant taxa (square root transformation) among
dune grass taxa (fixed), site (fixed), and transect location
(random, nested within site) and their interactions.
Tukey HSD post hoc tests were conducted in the same
manner as above (Lenth et al., 2019) on significant fac-
tors or their interactions. Second, we compared plant spe-
cies richness of non-Ammophila species among quadrats
(n ≤ 3, randomly selected nonzero quadrats to control for
sample size) dominated by the three beachgrass taxa. The
dominant Ammophila beachgrass was determined by
the taxon with the greatest number of beachgrass shoots
in the quadrat, and a Kruskal–Wallis test was then used
to analyze species richness among the three groups
because data did not meet assumptions of normality and
homoscedasticity.

Following inspection of normality and variance
assumptions, we conducted a three-factor ANOVA to
examine differences in transect elevation change among
transect type (with- and without hybrid), transect
section (pre-, within-, and post-hybrid patch), and profile
location (toe/face or crest/heel). Tukey HSD post hoc
tests were conducted on significant factors.

RESULTS

Distribution and abundance of the
beachgrass hybrid and its parent species

Consistent with Mostow et al. (2021), iNaturalist observa-
tions and our ground-based surveys confirmed the
presence of the hybrid beachgrass from Moclips,
Washington in the north to Pacific City, Oregon in the
south, a stretch of roughly 250 km (Figure 2) and a
region where both parent species are common (Hacker
et al., 2012). In addition, the iNaturalist observations
showed that A. arenaria occurs from Graham Island,
British Columbia, Canada, in the north, to San Nicolas
Island, California, whereas A. breviligulata occurs at only
a handful of locations outside of the main region of
co-occurrence (Figure 1). These sites included, to the
north, the western shore of Vancouver Island, British
Columbia, Canada, and along Puget Sound near Seattle,
Washington, and, to the south, Neskowin, Newport,
Oregon and Eureka and San Francisco, California.

Within the detected range of the hybrid, we found
299 hybrid individuals by Spring 2023 at five sites, from
north to south, including three sites in Washington and
two sites in Oregon (Figure 2; Appendix S1: Tables S1
and S2). A PERMANOVA revealed a difference in hybrid
and A. arenaria density among sites and transects in
Clatsop Plains compared with more northern Washington
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sites. Transect explained a much greater amount of vari-
ance than site in the model, although site was still
significant when transect was removed (Figure 3A;
Appendix S3: Table S1). We did find hybrid individuals
across all foredune profile locations with the highest
number at the dune toe (n = 78), dune crest (n = 68),
and dune heel (n = 65) and the lowest number at the

dune face (n = 40) (Appendix S3: Figure S1). The size of
hybrid beachgrass patches, which were 70.1 m2 on average,
was smaller at Grayland Plains, the second northernmost
site, than at all others (Figure 3B; Appendix S3: Table S1).

We observed that hybrid patch abundance is highest
among the three northernmost Washington sites, while
A. arenaria generally increases in abundance from

F I GURE 3 Mean (±SE) (A) Ammophila hybrid (HYBR) and Ammophila arenaria (AMAR) individual density and (B) hybrid patch

area at five dune sites in Washington (North Beach, Grayland Plains, and Long Beach) and Oregon (Clatsop Plains and Pacific City)

(Figure 2). Letters represent significant differences in hybrid patch density with site (p ≤ 0.05, Tukey post hoc test). See Appendix S3:

Table S1 for statistical results. n.d., no data. (C) The relationship between hybrid patch density (given as the smooth terms [AMAR patches

per 0.2 km, df]) and AMAR patch density (solid line; shifted by the value of the intercept), with ±95% CI (shaded region), and residuals

(points) from a generalized additive model. Data are excluded from Pacific City, Oregon, and from alongshore transects where no hybrid

individuals were found. See Appendix S3: Table S2 for statistical results.
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northern to southern sites (Figure 3A). An analysis at the
sub-transect scale showed a positive trend between
hybrid and A. arenaria densities (patches per 0.2 km)
(Figure 3C), with a peak in hybrid individuals at
A. arenaria densities greater than 10 patches per
0.2 km, although this relationship was not site-dependent
(Appendix S3: Table S2).

The proportional abundance of dune grass taxa varied
among taxa and site, and there was an interaction
between the two (Figure 4A; Appendix S1: Table S3,
Appendix S3: Table S3). At all sites, A. breviligulata had
greater proportional abundance than the hybrid, A. arenaria,
and the native dune grass, Leymus mollis. The hybrid
was similar in proportional abundance compared

with A. arenaria at all sites except Pacific City, where
A. arenaria was more abundant. In addition, A. arenaria
and L. mollis had higher proportional abundances at
southern (Oregon) sites compared with northern
(Washington) sites.

Finally, we detected numerous hybrid individuals
within Critical Habitat Areas of the western snowy plover
and streaked horned lark at Leadbetter Spit on Long
Beach peninsula and Midway Beach and Graveyard Spit of
Grayland Plains in Washington (Appendix S1: Figure S2).
Hybrid patches were also found near, but not within, the
Copalis Beach Critical Habitat Area of the western snowy
plover in Washington, and the Clatsop Spit Western
Snowy Plover Management Area in Oregon.

F I GURE 4 The mean (±SE) (A) proportion of all plant taxa occurrences along cross-shore transects, and (B) species richness of native,

non-native (excluding Ammophila taxa), and unknown (unidentified annual grass spp. or other) plants among quadrats dominated by each

Ammophila beachgrass taxa at five sites in Washington (North Beach, Grayland Plains, and Long Beach) and Oregon (Clatsop Plains, Pacific

City) (Figure 2). Dune grass taxa abbreviations are LEMO, Leymus mollis; HYBR, Ammophila hybrid; AMAR, A. arenaria; AMBR,

A. breviligulata. See Appendix S3: Table S3 for logistic regression results of proportional occurrence and Appendix S1: Tables S3 and S4 for a

list of taxa.
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Hybrid beachgrass growth and morphology
compared with its parent species

Hybrid patches showed growth, measured as the LRR
from 2021 to 2022, among sites and profile locations
(Figure 5). One-sided t tests determined that patch
growth was greater than zero at all sites except
Grayland Plains and at all dune profile locations.
However, we observed no differences in patch growth
among sites (F3,20 = 0.56, p = 0.65) or profile locations
(F4,21 = 1.37, p = 0.28).

The beachgrass hybrid had greater shoot densities
than A. breviligulata and equal to or slightly lower shoot
densities than A. arenaria at most sites, and there was an
interaction between site and taxa (Figure 6A; Appendix S3:
Tables S4 and S5), such that hybrid shoot densities were
greater than A. breviligulata at the three northern sites
(North Beach, Grayland Plains, and Long Beach) and
similar to both parent species at Clatsop Plains. For all
taxa and sites, shoot densities at the heel were lower
than at the toe and crest locations of the foredune. The
hybrid tended to be taller than at least one parent
species at most profile locations and sites, but there
were interactions among all three variables of taxa,
sites, and profile locations. Additional lab-collected

functional morphology measurements show the hybrid
to be similar to at least one of its parents in certain traits
(e.g., leaf number per shoot, standardized below and
aboveground biomass, leaf area, biomass per 0.25 m2)
and intermediate in others (e.g., ligule length and
blade width) (Appendix S3: Table S4).

Sand deposition and plant community
structure with the hybrid beachgrass

Transects had greater sand deposition, measured as an
increase in elevation, at the toe/face of the foredune than
at the crest/heel of the foredune, but there was no differ-
ence between transects with the hybrid and those without
the hybrid (average elevation change with hybrid = 0.13 m
and without hybrid = 0.12 m) (Appendix S2: Figure S4,
Appendix S3: Table S6). Moreover, sand elevation had
greater variability in front of the hybrid patch than in the
same location without the hybrid, especially at the crest/
heel profile location.

We found no differences in species richness of
non-Ammophila taxa among quadrats dominated by
each of the three beachgrass taxa (Figure 4B; Appendix S1:
Table S4; H(2) = 1.18, p = 0.56). The larger proportion of
native species compared with non-native species observed
from these quadrat surveys was also consistent with
vegetation data from point-intercept data collected
along the transects (Figure 4A). The most abundant
native species was beach pea (Lathyrus japonicus),
which was present in nearly 10% of quadrats and
at over 50% of points on transects (Appendix S1:
Tables S3 and S4).

DISCUSSION

This study represents the first large-scale, systematic field
survey of a new hybrid beachgrass Ammophila arenaria ×
A. breviligulata. Most notably, we found that the hybrid
is widespread and abundant across a 250-km range, espe-
cially at sites within southern Washington and northern
Oregon (Figures 1–4; Hacker et al., 2012). Across our
alongshore transects from North Beach, Washington, to
Clatsop Plains, Oregon, we found nearly 300 hybrid
individuals or an average of 8–14 hybrid individuals per
kilometer of surveyed foredune, with hybrid patch sizes
that ranged in average area from 26 to 126 m2 (Figure 3B).
We also found that hybrid individuals increased in area on
average by 30% over the one-year observation period
(Figure 5), indicating the potential for further rhizoma-
tous spread of this new taxon, especially in open sandy
areas at the leading edge of the dune.

F I GURE 5 The growth of Ammophila hybrid patches,

measured as the change in patch size (in square meters) from 2021

to 2022 using the log response ratio (LRR) for (A) site and

(B) profile location. Data from Pacific City, Oregon, are excluded.

Asterisks indicate a significant difference from zero using a

one-sample, one-sided t test (true mean >0, p ≤ 0.05). One-factor

ANOVAs showed no differences among sites or profile locations.
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Although our results illustrate that the hybrid has
functional traits, including shoot density and height,
that could allow it to accrete more sand than its
parent species (Figure 6), we did not find differences
in sand deposition around the hybrid compared
with adjacent areas with the parent species over the
one-year period (Appendix S2: Figure S4). Similarly,
we found that the hybrid beachgrass had similar
associated plant species richness compared with both par-
ent species (Figure 4), despite the concern that it could
have more detrimental effects on native plant species.

Distribution and abundance of the hybrid
beachgrass and its parent species

Most hybrid individuals occurred at sites within southern
Washington and northern Oregon, especially in the sites
North Beach, Grayland Plains, Long Beach, and Clatsop
Plains (Figures 2 and 3A). The hybrid was scarcer along
the southern extent of its range, including Pacific
City, the southernmost site where we found just two
patches, one of which is a backcross between the hybrid
and A. arenaria (Mostow, 2022). There was a negative

F I GURE 6 Mean (±SE) of (A) beachgrass shoot density and (B) beachgrass shoot height across profile locations and dune sites in

Washington (North Beach, Grayland Plains, and Long Beach) and Oregon (Clatsop Plains, Pacific City) (Figure 2). There were no hybrid

individuals at the crest location of Pacific City foredunes. Beachgrass taxa abbreviations are HYBR, Ammophila hybrid; AMAR, A. arenaria;

AMBR, A. breviligulata. See Appendix S3: Table S5 for statistical results.
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relationship between hybrid number and their size,
suggesting that sites such as Grayland Plains and North
Beach, where there are many small individuals, are new
and active areas of hybridization compared with southern
sites such as Pacific City where there are many fewer and
larger patches (Figure 3).

We did not find the hybrid beachgrass at any
locations between Pacific City and Clatsop Plains,
Oregon, despite thorough and repeated searches in sev-
eral areas where both hybrid parent species co-occur
(Figures 1 and 2; Appendix S1: Table S2). The two
Ammophila beachgrass species also co-occur outside
of the currently detected range of the hybrid in several
locations, including the west coast of Vancouver
Island, British Columbia, the Salish Sea and the north-
ern Washington coast, the central to southern Oregon
coast, and dunes in Eureka and San Francisco,
California (Figure 1). Of these locations, we suspect
that the hybrid may be present on Vancouver Island,
where both parent species are in high abundance on
the island’s western coast.

At sites where the hybrid beachgrass was most
abundant, A. breviligulata represented nearly 75% of
plant taxa, compared with the roughly 10% represented
by A. arenaria (Figure 4; Appendix S3: Table S3),
which typically occurred as relict populations in the
heel and back dune, or discrete clumps closer to
the beach. Indeed, there was a positive relationship
between the number of hybrid individuals and the
number of A. arenaria individuals along our transects,
with a peak number of hybrid patches at roughly
10 A. arenaria patches per 0.2 km (Figure 3C;
Appendix S3: Table S2). However, the relationship
was weak, suggesting that other factors are probably
at play. The hybridization rate could depend on, for
example, which species is serving as the maternal
parent of the hybrid, the overlap in flowering time
between the parent populations, the presence and
breeding of hybrids in different generations (Mostow, 2022),
and/or post-reproductive processes such as seed germina-
tion, seedling survival, or adult survival (Baye, 1990;
Huiskes, 1977; Maun, 1984).

We also found more hybrid individuals at the toe and
face of the foredune than at the crest and heel locations
(Appendix S3: Figure S1). There could be two interrelated
reasons for this pattern. First, the hybrid individuals at
these locations are likely younger than those located far-
ther back on the dune that we know correspond to later
successional stages (David et al., 2015). Thus, there could
be fewer hybrid individuals in back dune locations
because they are older F1 hybrid individuals, originating
before the hybrid population which started reproduc-
ing with itself and creating hybrid swarm conditions

(Mostow, 2022). Future research should explore if greater
hybridization rates and survival occur at the leading edge
of the foredune, where the beachgrasses show greater bio-
mass, growth, and flowering because of marine-derived
nutrients from the beach (Constant, 2019) and/or open
and potentially competitor-free space. Open, sparsely
vegetated areas, such as we see on prograding beaches
(e.g., Grayland Plains, Long Beach, and Clatsop Plains;
Figure 2) or within habitat conservation areas designed
to protect the breeding grounds of two endangered bird
species (Appendix S1: Figure S2), will require additional
surveys and targeted studies to understand if they are, or
may become, hybrid beachgrass “hots spots” requiring
management attention.

Hybrid beachgrass growth and morphology
compared with its parent species

Besides being widespread and common within the main
region of co-occurrence of the two Ammophila parents,
our hybrid growth and morphology results indicate the
likelihood for the hybrid to spread quickly through
vegetative growth and potentially pose a competitive
challenge to its parent species. Hybrid individuals grew
on average by 10%–40% in area over a year, with
patches at the foredune toe showing higher growth
rates (Figure 3C). Although we do not have field data
to compare the growth rate of the beachgrass hybrid
with its parents, we did find similar results to those of
a mesocosm experiment in which the hybrid and
its parent species were planted in monoculture and
polyculture to explore possible differences in growth,
morphology, and species interactions under common
garden conditions (Mostow et al., in press). In a mono-
culture setting, the hybrid beachgrass grew faster and
displayed higher shoot densities than its parent coun-
terparts after 18 months of growth. In the polyculture
experiment, the faster growth and shoot production
of the hybrid resulted in its competitive advantage and
a further projected outcome of local extinction of
A. breviligulata and possibly A. arenaria depending on
the relative abundances of the taxa (Mostow et al., in
press). Experimental results also showed that the
hybrid exceeded both parents in average shoot density
and height, similar to our field measurements despite
variability among sites and profile locations (Appendix S3:
Tables S4 and S5). These field observations and experi-
mental results present consistent and compelling evidence
that the hybrid beachgrass has growth and morphological
traits that will allow it to spread quickly, increase in
abundance, and successfully compete with both Ammophila
parents.
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Implications of the hybrid beachgrass for
dune ecosystem services and functions

We found that at this point in the hybrid invasion, and
albeit after only a relatively short study period, there is
little evidence that the hybrid varies in its effects on sand
deposition or plant species richness compared with its
parent species. Over a year, there was no difference
in sand deposition under hybrid-dominated locations
versus replicate locations nearby (Appendix S2: Figure S4,
Appendix S3: Table S6). Due to the difficulty of detecting
the effect of beachgrass vegetation on dune morphology
over short time scales with variable sand supply rates,
longer studies that control for sand availability either sta-
tistically (e.g., Biel et al., 2019; Hacker et al., 2012) or
through experiments (Laporte-Fauret et al., 2023;
Zarnetske et al., 2012) will be necessary.

Although we observed that plant species richness
was slightly lower within patches of the hybrid and
A. breviligulata than of A. arenaria, the differences were
not significant (Figure 4), indicating that the hybrid does
not currently pose a greater threat than its parents to
native plant community composition. This may also be
explained by the fact that the hybrid is less abundant
than its parents and thus has not yet reached the thresh-
old abundance above which plant communities may be
significantly affected (O’Loughlin et al., 2021). Hacker
et al. (2012) also found that plant species richness was
lower in A. breviligulata than in A. arenaria, with expla-
nations that include competitive ability, latitudinal range,
and foredune location of the two beachgrass species. This
emerging hybrid beachgrass represents an important
opportunity to better understand the spread of novel
non-native species and the effects on important ecosystem
functions and services of the communities in which they
invade.

AUTHOR CONTRIBUTIONS
Risa Askerooth and Sally D. Hacker conceived and designed
the experiment. Risa Askerooth collected and analyzed the
data, with assistance from Rebecca S. Mostow, Sally
D. Hacker, and Peter Ruggiero. Risa Askerooth wrote the
manuscript with help from Sally D. Hacker, and all authors
reviewed and edited the manuscript.

ACKNOWLEDGMENTS
This research was funded by a Oregon Sea Grant award
(NA18OAR4170072) to Sally D. Hacker and Felipe
Barreto, an NSF Coastlines and People Hub grant
(number 2103713) and NOAA Effects of Sea Level Rise
grant (NA19NOS4780180) to Peter Ruggiero and Sally
D. Hacker, a U.S. Geological Survey Northwest Climate
Adaptation Science Center award (G17AC000218) to Risa

Askerooth, and an National Science Foundation
Graduate Research Fellowship Program to Rebecca S.
Mostow. Research was conducted under Washington
State Parks and Recreation Permit #0618003, Oregon
Parks and Recreation Department Permit number
043-19, and Willapa National Wildlife Refuge Special Use
Permit WLP 2021-005. Many thanks to R. Antaki, D. Fee,
B. Harper, H. Ly, M. Thieme, D. Scrafford, J. Stepanek,
and J. Wood for field assistance, as well as iNaturalist
users and resource managers for joining the hybrid
search.

CONFLICT OF INTEREST STATEMENT
The authors declare no conflicts of interest.

DATA AVAILABILITY STATEMENT
Data (Askerooth et al., 2024) are available from Dryad:
https://doi.org/10.5061/dryad.x0k6djhr4.

ORCID
Risa Askerooth https://orcid.org/0000-0003-4610-5636
Rebecca S. Mostow https://orcid.org/0000-0002-4136-
0825
Peter Ruggiero https://orcid.org/0000-0001-7425-9953
Felipe Barreto https://orcid.org/0000-0002-7949-7747
Sally D. Hacker https://orcid.org/0000-0002-5036-9629

REFERENCES
Arnold, M. L., and S. A. Hodges. 1995. “Are Natural Hybrids Fit or

Unfit Relative to Their Parents?” Trends in Ecology &
Evolution 10: 67–71.

Askerooth, R., R. Mostow, P. Ruggiero, F. Barreto, and S. Hacker.
2024. “A Novel Hybrid Beachgrass Is Invading U.S. Pacific
Northwest Dunes with Potential Ecosystem Consequences.”
Dryad. https://doi.org/10.5061/dryad.x0k6djhr4.

Barot, S., A. Ugolini, and F. B. Brikci. 2007. “Nutrient Cycling
Efficiency Explains the Long-Term Effect of Ecosystem
Engineers on Primary Production.” Functional Ecology 21: 1–10.

Bates, D., M. Mächler, B. Bolker, and S. Walker. 2015. “Fitting
Linear Mixed-Effects Models Using lme4.” Journal of
Statistical Software 67: 1–48.

Baye, P. R. 1990. “Comparative Growth Responses and Population
Ecology of European and American Beachgrasses (Ammophila
spp) in Relation to Sand Accretion and Salinity.” PhD diss.,
University of Western Ontario.

Bennett, E. M., G. D. Peterson, and L. J. Gordon. 2009.
“Understanding Relationships among Multiple Ecosystem
Services.” Ecology Letters 12: 1394–1404.

Biel, R. G., S. D. Hacker, and P. Ruggiero. 2019. “Elucidating
Coastal Foredune Ecomorphodynamics in the U.S. Pacific
Northwest via Bayesian Networks.” Journal of Geophysical
Research: Earth Surface 124: 1919–38.

Biel, R. G., S. D. Hacker, P. Ruggiero, N. Cohn, and E. W.
Seabloom. 2017. “Coastal Protection and Conservation on
Sandy Beaches and Dunes: Context-Dependent Tradeoffs in
Ecosystem Service Supply.” Ecosphere 8: 1–19.

ECOSPHERE 13 of 15

 21508925, 2024, 4, D
ow

nloaded from
 https://esajournals.onlinelibrary.w

iley.com
/doi/10.1002/ecs2.4830 by O

regon State U
niversity, W

iley O
nline L

ibrary on [12/04/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.5061/dryad.x0k6djhr4
https://orcid.org/0000-0003-4610-5636
https://orcid.org/0000-0003-4610-5636
https://orcid.org/0000-0002-4136-0825
https://orcid.org/0000-0002-4136-0825
https://orcid.org/0000-0002-4136-0825
https://orcid.org/0000-0001-7425-9953
https://orcid.org/0000-0001-7425-9953
https://orcid.org/0000-0002-7949-7747
https://orcid.org/0000-0002-7949-7747
https://orcid.org/0000-0002-5036-9629
https://orcid.org/0000-0002-5036-9629
https://doi.org/10.5061/dryad.x0k6djhr4


Breckon, G. J., and M. G. Barbour. 1974. “Review of North
American Pacific Coast Beach Vegetation.”Madrono 22: 333–360.

Constant, V. 2019. “Coastal Dunes as Meta-Ecosystems: Connecting
Marine Subsidies to Dune Ecosystem Functions on the
U.S. Pacific Northwest Coast.” PhD diss., Oregon State
University.

Cooper, W. S. 1967. Coastal Dunes of California. Boulder, CO:
Geological Society of America.

Crooks, J. A. 2002. “Characterizing Ecosystem-Level Consequences
of Biological Invasions: The Role of Ecosystem Engineers.”
Oikos 97: 153–166.

David, A. S., P. L. Zarnetske, S. D. Hacker, P. Ruggiero, R. G. Biel,
and E. W. Seabloom. 2015. “Invasive Congeners Differ in
Successional Impacts across Space and Time.” PLoS One 10:
e0117283.

Dethier, M. N., and S. D. Hacker. 2005. “Physical Factors vs. Biotic
Resistance in Controlling the Invasion of an Estuarine Marsh
Grass.” Ecological Applications 15: 1273–83.

Diagne, C., B. Leroy, A.-C. Vaissière, R. E. Gozlan, D. Roiz, I. Jari�c,
J.-M. Salles, C. J. A. Bradshaw, and F. Courchamp. 2021.
“High and Rising Economic Costs of Biological Invasions
Worldwide.” Nature 592: 571–76.

Ellstrand, N. C., and K. A. Schierenbeck. 2000. “Hybridization as a
Stimulus for the Evolution of Invasiveness in Plants?”
Proceedings of the National Academy of Sciences of the
United States of America 97: 7043–50.

Funk, J. L., V. Matzek, M. Bernhardt, and D. Johnson. 2014.
“Broadening the Case for Invasive Species Management to
Include Impacts on Ecosystem Services.” BioScience 64: 58–63.

Global Biodiversity Information Facility (GBIF). 2023a. “GBIF
Occurrence Download. Ammophila arenaria (L.) Link.”
https://doi.org/10.15468/dl.9try4b

Global Biodiversity Information Facility (GBIF). 2023b. “GBIF
Occurrence Download. Ammophila breviligulata Fernald.”
https://doi.org/10.15468/dl.mjjq2u.

Gribben, P. E., J. E. Byers, M. Clements, L. A. McKenzie, P. D.
Steinberg, and J. T. Wright. 2009. “Behavioural Interactions
between Ecosystem Engineers Control Community Species
Richness.” Ecology Letters 12: 1127–36.

Gutiérrez, J., C. Jones, J. Byers, K. Arkema, K. Berkenbusch,
J. Commito, C. Duarte, et al. 2011. “Physical Ecosystem
Engineers and the Functioning of Estuaries and Coasts.” In
Treatise on Estuarine and Coastal Science, edited by C. H. R.
Heip, C. J. M. Philippart, and J. J. Middleburg, 53–81.
Waltham, MA: Academic Press.

Hacker, S. D., and M. N. Dethier. 2006. “Community Modification
by a Grass Invader Has Differing Impacts for Marine
Habitats.” Oikos 113: 279–286.

Hacker, S. D., K. R. Jay, N. Cohn, E. B. Goldstein, P. A. Hovenga,
M. Itzkin, L. J. Moore, R. S. Mostow, E. V. Mullins, and P.
Ruggiero. 2019. “Species-Specific Functional Morphology of
Four US Atlantic Coast Dune Grasses: Biogeographic Implications
for Dune Shape and Coastal Protection.” Diversity 11: 82.

Hacker, S. D., P. Zarnetske, E. Seabloom, P. Ruggiero, J. Mull,
S. Gerrity, and C. Jones. 2012. “Subtle Differences in Two
Non-Native Congeneric Beach Grasses Significantly Affect
Their Colonization, Spread, and Impact.” Oikos 121: 138–148.

Hovick, S. M., and K. D. Whitney. 2014. “Hybridisation Is
Associated with Increased Fecundity and Size in Invasive

Taxa: Meta-Analytic Support for the Hybridisation-Invasion
Hypothesis.” Ecology Letters 17: 1464–77.

Huiskes, A. H. L. 1977. “The Natural Establishment of Ammophila
arenaria from Seed.” Oikos 29: 133.

iNaturalist.org. 2023. “iNaturalist Research-Grade Observations.”
Occurrence Dataset. https://www.gbif.org/dataset/50c9509d-
22c7-4a22-a47d-8c48425ef4a7.

Laporte-Fauret, Q., R. Askerooth, M. Wengrove, S. Hacker, P.
Ruggiero, J. Dickey, R. Edgell, and I. Silvernail. 2023.
“Experimental Test of the Influence of Native and Non-Native
Plant Species on Sand Accretion on a U.S. Pacific Northwest
Dune.” In Coastal Sediments 2023, edited by P. Wang, E. Royer,
and J. D. Rosati, 627–641. New Orleans, LA: World Scientific.

Lee, C. E. 2002. “Evolutionary Genetics of Invasive Species.” Trends
in Ecology & Evolution 17: 386–391.

Lee, R. W. 2003. “Physiological Adaptations of the Invasive
Cordgrass Spartina anglica to Reducing Sediments: Rhizome
Metabolic Gas Fluxes and Enhanced O2 and H2S Transport.”
Marine Biology 143: 9–15.

Lenth, R., H. Singmann, J. Love, P. Buerkner, and M. Herve. 2019.
“Emmeans: Estimated Marginal Means, Aka Least-Squares
Means.” R Package. https://cran.r-project.org/web/packages/
emmeans/index.html.

Mack, M. C., and C. M. D’Antonio. 1998. “Impacts of Biological
Invasions on Disturbance Regimes.” Trends in Ecology &
Evolution 13: 195–98.

Maun, M. A. 1984. “Colonizing Ability of Ammophila breviligulata
through Vegetative Regeneration.” Journal of Ecology 72: 565–574.

McLaughlin, W. T. 1942. Controlling Coastal Sand Dunes in the
Pacific Northwest. Washington, DC: U.S. Department of Agriculture.

Mostow, R. 2022. “Hybridization of Non-Native Dune-Building
Beachgrasses on the U.S. Pacific Northwest Coast:
Characterization of Functional Morphology, Hybrid Swarm
Composition, and Ecological Consequences of Ammophila
arenaria × A. breviligulata.” PhD diss., Oregon State
University.

Mostow, R., F. Barreto, and S. Hacker. in press. “A Hybrid
Beachgrass (Ammophila arenaria × A. breviligulata) Is more
Productive and Outcompetes Its Non-Native Parent Species.”
Oecologia.

Mostow, R. S., F. Barreto, R. Biel, E. Meyer, and S. D. Hacker. 2021.
“Discovery of a Dune-Building Hybrid Beachgrass
(Ammophila arenaria × A. breviligulata) in the U.S. Pacific
Northwest.” Ecosphere 12: 12.

Muir, J. J., and M. A. Colwell. 2010. “Snowy Plovers Select Open
Habitats for Courtship Scrapes and Nests.” The Condor 112:
507–510.

Oksanen, J., F. G. Blanchet, R. Kindt, P. Legendre, P. R. Minchin,
R. O’hara, G. L. Simpson, P. Solymos, M. H. H. Stevens, and
H. Wagner. 2013. “Vegan: The Community Ecology Package.”
R Package. https://cran.r-project.org/web/packages/vegan/
index.html.

O’Loughlin, L. S., F. D. Panetta, and B. Gooden. 2021. “Identifying
Thresholds in the Impacts of an Invasive Groundcover on
Native Vegetation.” Scientific Reports 11: 20512.

Oregon State Parks. 2019. “Western Snowy Plover Management
Areas.” https://www.oregon.gov/oprd/pcb/pages/pcb-plovers.aspx.

Pearson, S. F., M. Hopey, W. D. Robinson, and R. Moore. 2005.
Range, Abundance and Movement Patterns of Wintering

14 of 15 ASKEROOTH ET AL.

 21508925, 2024, 4, D
ow

nloaded from
 https://esajournals.onlinelibrary.w

iley.com
/doi/10.1002/ecs2.4830 by O

regon State U
niversity, W

iley O
nline L

ibrary on [12/04/2024]. See the T
erm

s and C
onditions (https://onlinelibrary.w

iley.com
/term

s-and-conditions) on W
iley O

nline L
ibrary for rules of use; O

A
 articles are governed by the applicable C

reative C
om

m
ons L

icense

https://doi.org/10.15468/dl.9try4b
https://doi.org/10.15468/dl.mjjq2u
https://www.gbif.org/dataset/50c9509d-22c7-4a22-a47d-8c48425ef4a7
https://www.gbif.org/dataset/50c9509d-22c7-4a22-a47d-8c48425ef4a7
https://cran.r-project.org/web/packages/emmeans/index.html
https://cran.r-project.org/web/packages/emmeans/index.html
https://cran.r-project.org/web/packages/vegan/index.html
https://cran.r-project.org/web/packages/vegan/index.html
https://www.oregon.gov/oprd/pcb/pages/pcb-plovers.aspx


Streaked Horned Larks (Eremophila alpestris strigata) in
Oregon and Washington. Washington, DC: The Nature
Conservancy, Ft. Lewis, and U.S. Fish and Wildlife Service.

Pickart, A. J. 2021. “Ammophila Invasion Ecology and Dune Restoration
on the West Coast of North America.” Diversity 13: 629.
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