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A B S T R A C T

Globally, savanna ecosystems are shifting outside of “safe operating spaces” due to removal of their primary self-
reinforcing feedback—fire—and subsequent erosion of disturbance legacies. Restoring savannas will require
reinstating fire feedbacks. But knowledge gaps in the nature of historic fire regimes and how mechanisms such as
time-since-fire and fire severity interact to produce disturbance legacies hinders development of ecologically
relevant restoration targets. A theory-based approach for determining restoration targets is to compare struc-
tures produced by time-since-fire/fire severity interactions to structures that fostered animal communities that
historically inhabited savannas. Here, we use a space-for-time substitution to quantify interactive effects of time-
since-fire and fire severity on vegetation structures related to known animal community habitat preferences by
surveying sites in 10-year-old and 27-year-old mixed-severity fires that occurred in an eastern ponderosa pine
(Pinus ponderosa) savanna where fire was excluded since European settlement. Our specific objectives are to 1),
quantify the relative strengths and interactive effects of time-since-fire and a full fire severity gradient on
multivariate vegetation structure across landscape patches and 2), assess relationships between multivariate
vegetation structures and time-since-fire/fire severity classes across landscape patches. We used a stratified
random design to distribute 112 sampling plots by fire severity (unburned, low, moderate, and high) and time-
since-fire (10 years and 27 years) and measured stand structure, tree cavity characteristics, and coarse woody
debris. The interaction of time-since-fire and fire severity drove structure complexity for 27 years post-fire, but
fire severity explained > 14 times the amount of variation in structure than time-since-fire alone. A full fire
severity gradient (low-, moderate-, and high-severities) and structural changes within patches that experienced
different fire severities generated sufficient patch-level heterogeneity to foster animal communities historically
native to eastern ponderosa pine savannas. Structures generated by low fire severity alone, which is a common
goal of fire management in easternmost ponderosa pine savannas, did not reflect sufficient structural complexity
to support the diversity of endemic animal species. This indicates information legacies (i.e., represented by the
distribution of species traits in a community) were shaped by mixed severity fire regimes, which provides further
support for the scientific premise that management goals seeking to minimize variation in fire regimes (e.g., low
intensity and low-severity fires only) is less able to support a full array of biodiversity. Rather, mixed-severity
fire is an important driver of structural heterogeneity, fosters diverse information legacies, and enhances pon-
derosa pine savanna resilience to extreme fire.

1. Introduction

Savannas are among the most threatened ecosystems globally due to
human suppression of savannas’ primary self-reinforcing feedback—fire
(Stevens et al., 2017). Decoupling fire from savannas often shifts them
out of “safe operating space” via the erosion of disturbance

legacies—the material legacies (structures and communities that sur-
vive disturbances) and information legacies (species’ adaptations to
disturbance regimes that manifest as the distribution of species’ traits)
that support self-reinforcing feedbacks (Archer et al., 2017; Johnstone
et al., 2016). Restoring savanna ecosystems therefore requires re-cou-
pling fire with these systems in such a way that regenerates disturbance
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legacies that can maintain self-reinforcing feedbacks (Beckage et al.,
2011; Bowman and Legge, 2016). Disturbance legacies are hypothe-
sized to be necessary for biodiversity and emerge from the interaction
of spatial heterogeneity in fire effects on vegetation (i.e., variation in
fire severity across landscapes) (Johnstone et al., 2016; Keyser et al.,
2008; Passovoy and Fulé, 2006) and subsequent temporal changes in
post-fire vegetation response (i.e., time-since-fire). But how time-since-
fire and fire severity gradients interact to create disturbance legacies
necessary to restore self-reinforcing feedbacks remains unclear
(Bowman et al., 2016), and this has led to considerable debate con-
cerning effective restoration targets for savannas (Allen et al., 2002;
Baker, 2018a; Williams and Baker, 2012).

This issue is exemplified in North American ponderosa pine (Pinus
ponderosa) savannas. Decades of debate has centered on the nature of
historic fire regimes that created disturbance legacies capable of
maintaining self-reinforcing feedbacks in savannas (Bradstock et al.,
2005; Driscoll et al., 2010; Twidwell et al., 2013). Some studies support
fire regimes characterized by high frequency (i.e., short time-since-fire)
and low-severity, whereas others support a wider range of fire fre-
quencies and fire severity gradients (Covington and Moore, 1994;
Hagmann et al., 2013; Odion et al., 2014; Wendtland and Dodd, 1992).
Further complicating this debate are regional differences in ponderosa
pine savannas varying from ponderosa woodlands embedded within
larger forest ecosystems in the West to ponderosa savannas on the
easternmost portion of their range embedded within grassland matrices
(Allen et al., 2002; Brown and Sieg, 1999; Hagmann et al., 2013). Most
of these studies use structural data (i.e., material legacies) such as fire
scars, tree demographics, remotely sensed vegetation cover, and forest-
savanna landscape responses to fire as evidence to support their re-
spective claims; yet this evidence has led to contrasting findings
throughout the literature (Baker, 2018b; Odion et al., 2016; Stephens
et al., 2015; Stevens et al., 2016). As the implementation of different
fire regimes will likely lead to disparate restoration outcomes, not to
mention how outcomes could vary between regions, determining how
time-since-fire and fire severity interact to create appropriate dis-
turbance legacies is all the more crucial to restoring ponderosa pine
savannas.

A theory-based approach for determining attributes of disturbance
legacies necessary for ecological restoration targets is to compare
structures produced by time-since-fire/fire severity interactions to
known historic savanna information legacies. Such an approach com-
pares the results of the interaction of time-since-fire and fire severity to
structures necessary for fostering animal communities that historically
inhabited savannas (Bowman and Legge, 2016; Johnstone et al., 2016;
Jones and Davidson, 2016; Swan et al., 2018). In fire-dependent sys-
tems like savannas, many floral and faunal adaptations and/or life
history requirements encapsulate disturbance regime information (i.e.,
information legacies) (Hutto et al., 2016; Johnstone et al., 2016; Pausas
and Parr, 2018). Post-fire structural characteristics govern habitat
suitability for a wide range of taxa (Table 1) (Hutto et al., 2016; Keele
et al., 2019; Spies et al., 2012; Taillie et al., 2018), supporting the
premise that biodiversity in savanna systems is linked to structural
heterogeneity resulting from fire (Bradstock et al., 2005; Fuhlendorf
et al., 2017; Kelly et al., 2015; Swanson et al., 2011). Many species
depend on post-fire habitat structures that only exist within a narrow
temporal window post-fire or within specific ranges of fire severity
(Hutto et al., 2008; Hutto and Patterson, 2016; Woinarski et al., 2010).
Globally, there are more and more examples of species declines due to
loss of savanna habitat; that is, loss of specific habitat structures that
likely emerge from the interaction of time-since-fire and fire severity
(Conway et al., 2010; Huntzinger, 2003; Means, 2006; Valentine et al.,
2014; Webb et al., 2005). Restoration efforts can take advantage of this
link between animal habitat requirements and structural complexity
generated by the time-since-fire/fire severity interaction to set re-
storation targets based on historic savanna animal habitat requirements
(Doherty et al., 2017; Jones and Davidson, 2016).

Although an information legacy approach for developing savanna
restoration targets can harness the many studies investigating re-
lationships between species and fire-dependent structures (especially in
ponderosa pine systems), how the interaction of time-since-fire and fire
severity gradients create necessary structures remains unclear (Bowman
et al., 2016; Driscoll et al., 2010). Species-habitat research has tradi-
tionally focused on temporal aspects, especially on simple binary
“burned-unburned” classifications and less-so on time-since-fire, and far
less research has been conducted on fire severity (Fuhlendorf et al.,
2009; Geary et al., 2019). As temporal and spatial aspects of fire are
inextricable in real landscapes, isolating either one will produce re-
duced estimates of structural complexity necessary to restore self-re-
inforcing feedbacks (Bowman et al., 2016; Roberts et al., 2019;
Smucker et al., 2005). To illustrate, species requiring park-like habitat
resulting from low-severity fire tend to respond negatively to fires of
higher intensities regardless of time-since-fire (Andersen et al., 2005;
Margolis and Malevich, 2016; Yates et al., 2009). Likewise, some spe-
cies require structures resulting from a single severity level (e.g., snags
produced by high-severity fire) but only within a narrow window of
time-since-fire (Dunham et al., 2007; Hossack et al., 2013; Saab et al.,
2007; Tingley et al., 2018). These examples illustrate the complexity of
even single species’ post-fire structural requirements and support the
need to understand how the interaction between time-since-fire and fire
severity generates post-fire structures (Kelly et al., 2015; Lindenmayer
et al., 2014; Taillie et al., 2018).

Here, we use a space-for-time substitution to determine how time-
since-fire and fire severity interact to produce post-fire structural
complexity in a ponderosa pine savanna. We do this from an informa-
tion legacy perspective—collecting post-fire structural data important
for myriad animal species’ habitat requirements (Table 1). Specifically,
we 1) quantify the relative strengths and interactive effects of time-
since-fire and a full fire severity gradient on multivariate vegetation
structure across landscape patches and 2), assess relationships between
multivariate vegetation structures and time-since-fire/fire severity
classes across landscape patches. We conducted our study in the Ne-
braska Pine Ridge—a region historically dominated by ponderosa pine
savanna but which became afforested following European settlement
and fire suppression eras (Donovan et al., 2019; Roberts et al., 2019).
We use two mixed-severity fires that occurred 27 and 10 years prior to
sampling for the space-for-time substitution. To compare resulting
structures to savanna information legacies, we used known structural
habitat preferences from an array of well-studied taxa historically na-
tive to the Pine Ridge (Table 1).

2. Materials and methods

2.1. Study site description

The Pine Ridge is an escarpment in northwestern Nebraska, USA. A
semi-arid region, the Pine Ridge rises > 100 m above the surrounding
plains and is characterized by rocky ridges, vertical slopes, and deep
canyons with an average elevation of 1,219 m. The Pine Ridge has an
average annual rainfall of about 43 cm, a mean high temperature of
16.3 degrees Celsius, and an annual low temperature of about 1 de-
grees Celsius at an average elevation of 1,000 m (Schneider et al.,
2011). An ecotonal region, the Pine Ridge is characterized by pon-
derosa pine and other Rocky Mountain species embedded within and
interspersed with mixed grass prairie (Table 1) (Johnsgard, 2005).

We assessed two large mixed-severity wildfires that occurred on the
Pine Ridge: The Fort Robinson fire of 1989 burned approximately
20,000 ha, and the Dawes and Sioux County Complex fire of 2006
burned approximately 27,000 ha. The two fires are separated by ap-
proximately 40 km. Approximately 1330 ha of the Fort Robinson fire
are classified as high-severity, 3604 ha as moderate-severity, and
5971 ha as low-severity within the fire perimeter. The Dawes Complex
fire has approximately 508 ha classified as high-severity fire, 4008 ha
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classified as moderate-severity fire, and 5762 ha classified as low-se-
verity within the fire perimeter. Fort Robinson received no post-fire
management, and the Dawes Complex received post-fire salvage log-
ging and tree planting only in isolated sites (which were avoided during
site selection).

2.2. Site selection

To sample fire severity gradients in each fire, we used remotely
sensed fire severity maps collected from the Monitoring Trends in Burn
Severity project (MTBS) (Eidenshink et al., 2007). MTBS uses pre- and
post- fire satellite imagery to identify shifts in vegetation reflectance
indicative of fire severity. Within each fire perimeter (Ft. Robinson fire,
Dawes Complex fire), we distributed sampling quadrats of 30 × 30 m
(pixel size of MTBS data) in a stratified-random fashion across un-
burned, low, moderate and high fire severity patches. To ensure
quadrats did not overlap differing fire severity classes, we placed
quadrats in burned patches that were a minimum of 60 m in width, with

quadrats placed in the center of the fire severity patch. Quadrats were
spaced ≥ 100 m apart to avoid pseudo-replication amongst quadrats
within each fire perimeter. In total, we collected data from 13, 15, 14,
and 12 quadrats in unburned, low-severity, moderate-severity, and
high-severity patches, respectively, in the Dawes Complex fire, and we
collected data from 14, 15, 15, and 14 quadrats in unburned, low-se-
verity, moderate-severity, and high-severity patches, respectively, in
the Fort Robinson fire. We ensured that no areas that had received post-
fire management (tree planting, salvage logging) were included in
sampling—which led to some quadrats being excluded from analyses
after-the-fact and the differential number of samples by site and se-
verity class.

2.3. Data collection

To estimate structural characteristics at each 30 × 30 m sampling
quadrat, we collected vegetation structural data known to correspond
with an array of animals historically native to our study site (Table 1).

Table 1
Habitat structures and associated species from multiple taxa native to the Pine Ridge region of Nebraska, USA. Rows highlighted in gray indicate Nebraska Tier 1
threatened species native to the Pine Ridge (Schneider et al., 2011).

Habitat Structure Specifics Taxon Species Citation

Cavity height high height Bird Melanerpes erythrocephalus Sedgwick and Knopf, 1990
Cavity height high height Bird Falco sparverius Sedgwick and Knopf, 1990
Cavity height low height Bird Troglodytes aedon Sedgwick and Knopf, 1990
Cavity height low height Bird Poecile atricapillus Sedgwick and Knopf, 1990
Cavity size large cavity size Bird Falco sparverius Sedgwick and Knopf, 1990
Cavity size moderate cavity size Bird Melanerpes erythrocephalus Sedgwick and Knopf, 1990
Cavity size small cavity size Bird Troglodytes aedon Sedgwick and Knopf, 1990
Cavity size small cavity size Bird Poecile atricapillus Sedgwick and Knopf, 1990
Coarse woody debris high cover Large mammal Felix concolor Bull, 2002
Coarse woody debris high cover Small mammal Sorex cinereus Fauteux et al., 2012
Coarse woody debris high-moderate cover Insect Lasioglossum sp. Burkle et al., 2019
Coarse woody debris high-moderate cover Insect Osmia sp. Burkle et al., 2019
Coarse woody debris high-moderate cover Insect Megachile sp. Burkle et al., 2019
Coarse woody debris high-moderate cover Insect Bombus sp. Burkle et al., 2019; Galbraith et al., 2019
Coarse woody debris high-moderate cover Insect Halictus sp. Galbraith et al., 2019
Coarse woody debris high-moderate cover Mammal Vulpes vulpes Bull, 2002
Coarse woody debris high-moderate cover Mammal Mustela sp. Bull, 2002; McComb, 2003
Coarse woody debris high-moderate cover Mammal Lynx rufus Bull, 2002
Coarse woody debris late decay stage Small mammal Sorex cinereus Fauteux et al., 2012
Coarse woody debris low cover Reptile Phrynosoma hernandesi Mathies and Martin, 2008
Coarse woody debris low cover Small mammal Sciurus niger Loeb, 1999
Coarse woody debris low-moderate cover Reptile Terrapene ornata ornata Converse et al., 2002
Coarse woody debris low-moderate cover Reptile Crotalus viridis David et al., 2000
DBH large tree diameter Bird Melanerpes erythrocephalus Vierling and Lentile, 2006
DBH larger tree diameter Bat Eptesicus fuscus Arnett and Hayes, 2009
DBH larger tree diameter Bat Myotis volans Arnett and Hayes, 2009
DBH larger tree diameter Bird Picodes villosus Covert-Bratland et al., 2006
DBH low-medium tree diameters Bird Vireo bellii James, 1971
DBH smaller tree diameter Bird Buteo regalis Bechard et al., 1990
Snag decay early to mid-decay stage Bat Myotis volans Arnett and Hayes, 2009
Snag decay early to mid-decay stage Bat Myotis thysanodes Weller and Zabel, 2001
Snag decay late decay stage Bird Melanerpes lewis Linder and Anderson, 1998
Snag density high density Bat Myotis thysanodes Weller and Zabel, 2001
Snag density high-moderate density Bird Melanerpes erythrocephalus Sedgwick and Knopf, 1990; Vierling and Lentile, 2006
Snag density low density Bird Picodes villosus Covert-Bratland et al., 2006
Tree density high density Bird Seiurus aurocapilla Smith and Shugart, 1987
Tree density high-moderate density Small mammal Tamiasciurus hudsonicus Bayne and Hobson, 2000
Tree density moderate-low density Amphibian Lithobates pipiens Blomquist and Hunter, 2009; Popescu et al., 2012
Tree density moderate-low density Bird Gymnorhinus cyanocephalus Goguen and Mathews, 1998; Rosenstock and Charles Van Riper, 2001
Tree density moderate-low density Insect Bombus sp. Galbraith et al., 2019
Tree density moderate-low density Insect Halictus sp. Galbraith et al., 2019
Tree density low density Large mammal Ovis canadensis Shannon et al., 1975
Tree density low density Large mammal Odocoileus hemionus Altendorf et al., 2001
Tree density low density, grassland Bird Vireo bellii James, 1971
Tree density low density, grassland Bird Spizella breweri Noson et al., 2006
Tree density low density, grassland Bird Buteo regalis Gilmer and Stewart, 1983
Tree density low density, grassland Insect Erynnis martialis Scott and Epstein, 1987; Nelson and Epstein, 1998
Tree density low density, grassland Insect Speyeria idalia Collinge et al., 2003
Tree density low density, grassland Insect Phyciodes batesii Shuey et al., 1987
Tree density low-density, grassland Reptile Phrynosoma hernandesi Dibner et al., 2017
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Thus, we recorded tree stand structure, tree cavity characteristics, and
coarse woody debris characteristics. For tree stand structure, we re-
corded tree density, tree diameter at breast height (DBH), and snag
decay classes. Specifically, for every live tree and self-supporting
snag ≥ 1.4 m in height in the quadrat, we recorded the species, DBH,
and snag decay class. We used a standard five level classification for
decay classes: decay class 1 indicates intact twigs and bark, class 2
indicates a main pole and some bark, class 3 indicates a broken top and
most of the bark gone, class 4 indicates exposed heartwood, rotting, no
bark, and class 5 indicates rotten snags with no branches or top pole
and most of the heartwood is exposed (Spellman, 2011).

To measure tree cavity characteristics, we surveyed all live trees and
snags in the quadrat for cavities. We defined cavities as holes in live
trees or snags > 1 inch. in diameter that entered into the heartwood
(Kunz et al., 2003). We used binoculars to search for cavities system-
atically from all sides of each tree in the quadrat. For each cavity we
found on each tree, we recorded tree cavity height, tree cavity width.
We used rangefinders to estimate cavity height.

We estimated coarse woody debris (CWD) characteristics by mea-
suring CWD cover and decay class. We measured coarse woody debris
cover along 30 m transects, where orientation was randomly selected
(north/south or east/west). We defined CWD to be downed woody
debris > 10 cm in diameter (Woldendorp et al., 2004). Additionally,
we classified the decay class of each piece of debris using decay clas-
sification similar to snags, with decay class 1 being round, with bran-
ches, twigs and foliage (if applicable) to decay class 5 with a semi-round
structure, possibly in multiple pieces, with the heartwood exposed and
decaying (Woldendorp et al., 2004).

2.4. Statistical analysis

2.4.1. Relative strengths of time-since-fire and fire severity
We determined the relative and interactive strengths of time-since-

fire and fire severity on structure by comparing observed multivariate
structure (i.e., tree stand structure, tree cavity characteristics, and
coarse woody debris characteristics) across a gradient of burn severities
and across two fire ages (27-year-old Fort Robinson fire, 10-year-old
Dawes Complex fire). We conducted a Hellinger transformation on all
structure variables to account for rare structures (Legendre and
Gallagher, 2001).

Prior to analysis, we used permutational multivariate analysis of
variance (PERMANOVA) on Hellinger-transformed variables to com-
pare unburned patches in both the Fort Robinson and Dawes Complex
sites to test for differences in current structure that could indicate dif-
ferences in structure pre-fire at the patch scale (Anderson and Walsh,
2013). Finding no significant difference between unburned patches
(F = 0.880, P = 0.460), we considered our space-for-time substitution
acceptable.

We then used PERMANOVA to quantify the relative strengths and
interactive effects of fire severity and time-since-fire, on structural
variables (Anderson, 2014). We compared relative strengths of time-
since-fire, fire severity, and interactive effects by comparing R2 outputs
for each (Anderson and Walsh, 2013).

2.4.2. Relationship between time-since-fire/fire severity and structures
To identify distinct structural assemblages produced by the inter-

action of time-since-fire and fire severity, we grouped multivariate
structure data by each time-since-fire and fire severity combinations
(e.g., 10-year-old fire and low-severity, 10-year-old fire and moderate-
severity, etc.) and then conducted multiple comparisons on each com-
binations using PERMANOVA. Importantly, because we used a space-
for-time substitution to compare time-since-fire/fire severity combina-
tions, our study design cannot completely avoid pseudo-replication.
However, we mitigated for inflated significance by using false discovery
rates (FDR) to adjust p-values for multiple comparisons. We then used
adjusted p-values to determine which time-since-fire/fire severity

classes had distinct (P < 0.05) and or similar (P ≥ 0.05) structural
assemblages relative to each other.

Finally, we determined how individual structural variables related
to time-since-fire and fire severity via redundancy analysis (RDA). We
used all Hellinger-transformed data from all sites as the multivariate
response matrix. We used interactions between nominal times-since-
fire/fire severities (e.g., “10 years X low-severity”, “27 years X high-
severity”). Because these predictors are nominal and linearly dependent
(i.e., coded as 0 or 1) and because our objective is to understand habitat
associations between time-since-fire and fire severity classes, we ex-
cluded “unburned” as a predictor. To visually interpret RDA output, we
plotted species scores, site scores, and arrows to indicate the relative
strength and association between predictor variables. We performed all
analyses in the “vegan” R package (Oksanen et al., 2018; Team, 2018).

3. Results

3.1. Relative effects of time-since-fire and fire severity

Structures were significantly influenced by fire severity
(F3,111 = 30.243, P = 0.001; subscript indicates degrees of freedom
used by fire severity [i.e., number of severity classes – 1] and total
degrees of freedom, respectively), time-since-fire (F1,111 = 7.130,
P = 0.004), and the interaction between fire severity and time-since-
fire (F3,111 = 3.456, P = 0.007; Fig. 2). Fire severity (R2 = 0.428)
explained > 14 times more variance in structure than time-since-fire
(R2 = 0.034). In total, fire severity, time-since-fire, and the interaction
of time-since-fire and fire severity explained > 51% of variance in
habitat structure.

3.2. Relationship between time-since-fire/fire severity and structures

Multiple comparisons revealed four distinct structural assemblages
across all fire severity/time-since-fire combinations (Table 2; Fig. 1).
Unburned patches significantly differed from all burned areas (Table 2;
Fig. 1). Low-severity patches 10 years post-fire, moderate-severity
patches 10 years post-fire, and low-severity patches 27 years post-fire
were all similar, but they differed from all other fire severity/time-
since-fire combinations (Table 2; Fig. 1). High-severity patches 10 years
post-fire differed from all other fire severity/time-since-fire combina-
tions (Table 2; Fig. 1). Finally, moderate-severity patches 27 years post-
fire and high-severity patches 27 years post-fire were similar, but they
differed from all other fire severity/time-since-fire combinations
(Table 2; Fig. 1).

RDA constraints explained 16.9% of variance, and the first (79.3%)
and second (10.2%) RDA axes explained approximately 90% of con-
strained variance (Fig. 2). RDA axis 1 mainly captured differences in
fire severity, and RDA 2 captured differences in time-since-fire as well
as differences in severity (Fig. 2). RDA 1 showed high and moderate-
severity structural assemblages were more similar that low-severity
structural assemblages (Fig. 2). And, as expected, RDA 2 predominately
showed similar time-since-fire had similar structural assemblages
(Fig. 2). The predictive strengths of all fire severity/time-since-fire in-
teractions were relatively even—except for moderate-severity at
27 years-since-fire that was a weak predictor and almost completely
mirrored the effects of high-severity patches at 27 years-since-fire
(Fig. 2). Because RDA 1 (representing fire severity largely) explained
much more of the constrained variance than RDA 2 (time-since-fire),
the following paragraphs are organized by fire severity, then time-
since-fire by fire severity.

Overall, high and moderate fire severity patches were positively
associated with numbers of late decay-stage (3 – 5) snags, cavity size,
CWD cover, amount of late (3 – 5) decay-stage CWD, and CWD width
(Figs. 1, 2). High and moderate severities were negatively associated
with tree diameter, overall tree density, and number of early decay-
stage snags (Figs. 1, 2). CWD cover was closely associated (positively)
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with high-severity patches at 10 years following fire. However, CWD
width was most closely and positively associated with moderate-se-
verity patches at 10 years following fire (Figs. 1, 2). Cavity size and
number of late decay-stage snags were most closely, albeit relatively
weakly, associated with both high and moderate-severity patches at
27 years following fire (Figs. 1, 2).

Low-severity patches were positively associated with amount of
early (1 – 2) decay-stage CWD, snag densities, cavity heights, mean and
range (standard deviation) in tree diameters, and overall (live tree and
snag) tree densities (Figs. 1, 2). Low-severity patches at 10 years-since-
fire were weakly positively associated with range of tree diameters and
CWD width, but these patches were weakly negatively associated with
number of late decay-stage snags, amount of early decay-stage CWD,
cavity size, and cavity height (Figs. 1, 2). Low-severity patches at
27 years-since-fire were positively associated with amount of early
decay-stage CWD, snag density, cavity height (Figs. 1, 2).

4. Discussion

A full fire severity gradient (low, moderate, and high-severity
classes) generated sufficient patch-level structural heterogeneity to
foster animal communities historically native to eastern ponderosa pine
savannas (Table 1). Eastern ponderosa pine savanna information le-
gacies are strongly associated with mixed-severity fire regimes; this
provides further support for the scientific premise that management
goals seeking to minimize variation in fire regimes (e.g., low intensity
and low-severity fires only) are unable to provide the suite of necessary
structures required for restoring or conserving biological diversity
(Hutto et al., 2016; Johnstone et al., 2016; Odion et al., 2014; Pausas
and Parr, 2018; Roberts et al., 2019; Galbraith et al., 2019). Further,
individual structures and structural assemblages persisted for differ-
ential times-since-fire and/or only emerged after certain times-since-
fire; but all these structural patterns were predicated on the specific fire

Table 2
Multiple comparisons of vegetation structure variables by fire severity and
time-since-fire. Multiple comparisons were conducted with PERMANOVA, and
P-values reflect adjustments for multiple comparisons using false discovery
rate. Grey rows indicate comparisons that significantly differed. Vegetation
structure was collected in the Pine Ridge of Nebraska, USA, summer 2016.

Comparison F-value P-value (adjusted)

10-year, High − 10-year, Low 3.68 0.031
10-year, High − 10-year, Moderate 2.82 0.044
10-year, High − 10-year, Unburned 29.65 0.002
10-year, High − 27-year, High 11.28 0.002
10-year, High − 27-year, Low 4.07 0.031
10-year, High − 27-year, Moderate 9.91 0.002
10-year, High − 27-year, Unburned 38.67 0.002
10-year, Low − 10-year, Moderate 1.13 0.323
10-year, Low − 10-year, Unburned 23.48 0.002
10-year, Low − 27-year, High 16.60 0.002
10-year, Low − 27-year, Low 2.25 0.120
10-year, Low − 27-year, Moderate 10.78 0.003
10-year, Low − 27-year, Unburned 29.98 0.002
10-year, Moderate − 10-year, Unburned 25.65 0.002
10-year, Moderate − 27-year, High 11.61 0.002
10-year, Moderate − 27-year, Low 1.72 0.185
10-year, Moderate − 27-year, Moderate 7.31 0.002
10-year, Moderate − 27-year, Unburned 32.17 0.002
10-year, Unburned − 27-year, High 53.42 0.002
10-year, Unburned − 27-year, Low 8.88 0.003
10-year, Unburned − 27-year, Moderate 43.32 0.002
10-year, Unburned − 27-year, Unburned 0.88 0.460
27-year, High − 27-year, Low 8.01 0.004
27-year, High − 27-year, Moderate 2.50 0.090
27-year, High − 27-year, Unburned 72.65 0.002
27-year, Low − 27-year, Moderate 3.94 0.039
27-year, Low − 27-year, Unburned 11.26 0.002
27-year, Moderate − 27-year, Unburned 57.92 0.002

Fig. 1. Box plots of vegetation structure data observed across fire severities (colors) and time-since-fire (10-year-old Dawes Complex fire, 27-year-old Fort Robinson
fire) in the Pine Ridge region of Nebraska, USA, summer 2016 (Density All = live and dead tree density; Density Dead = dead tree density; Decay 1–2 = number of
dead trees in decay classes 1 and 2; Decay 3–5 = number of dead trees in decay classes 3, 4, and 5; Cavity Size = average cavity size; Cavity Height = average cavity
height; coarse woody debris Cover = estimated area covered by coarse woody debris; coarse woody debris 1–2 = number of pieces of coarse woody debris in decay
classes 1 and 2; coarse woody debris 3–5 = number of pieces of coarse woody debris in decay classes 3, 4, and 5; DBH Mean = average diameter at breast height for
all trees; DBH SD = standard deviation of diameter at breast height for all trees).
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severity associated with a given patch in the burned landscape. It fol-
lows that, historically, mixed-severity fires must have occurred with
sufficient frequency in eastern ponderosa pine savannas to create the
patch-level structural complexity to host historic communities that
form and dissipate on short (e.g., over years in the case of bee com-
munities) to long (e.g., over decades in the case of bird communities)
time scales (Bowman et al., 2016; He et al., 2019; Hutto et al., 2008;
Pausas and Parr, 2018; Taillie et al., 2018; Galbraith et al., 2019; Burkle
et al., 2019). Thus, we provide indirect support that mixed-severity fire
historically shaped disturbance (information) legacies in eastern pon-
derosa pine savannas, and more broadly, we add to the growing body of
literature that supports the importance of mixed-severity fires in
maintaining ponderosa pine savannas (Baker, 2015; Hutto et al., 2016;
Ingalsbee, 2017; Keele et al., 2019; Odion et al., 2014, 2016; Roberts
et al., 2019).

Time-since-fire alone was a poor predictor of the structural het-
erogeneity that emerged following fire (Hutto and Patterson, 2016;
Swan et al., 2018). For example, among burnt patches, two distinct
structural assemblages emerged at 10 years-since-fire: low and mod-
erate-severity patches together comprised a distinct structural assem-
blage, and high-severity patches comprised a distinct structural as-
semblage. At 27 years-since-fire, low-severity patches retained their
distinct structural assemblages, but moderate-severity patch structure

shifted, becoming more similar to high-severity patches and forming a
new distinct structural assemblage. Similarly, individual structures such
as snag density, CWD cover, and decay classes of snags and CWD were
more clearly explained by changes amongst patches that experienced
different fire severities than just time-since-fire. Our results corroborate
and add complexity to previous studies that only examined temporal
dynamics of post-fire structures using fire as a binary process (burned
vs. unburned) (Passovoy and Fulé, 2006) or that considered fire se-
verity but only for a few years post-fire (Keyser et al., 2008).

Patches associated with moderate and high fire severity exhibited
the most complex structural changes over time. Over 17 years
(10–27 years-since-fire) in our space for time substitution, low-severity
patch structures remained relatively constant, although low-severity
patch structures such as snag density, amount of early decay-stage
CWD, and number of snags at late decay-stages did shift subtly in those
17 years. In contrast, high-severity patches at 10 years-since-fire pro-
vided the clearest example of emergence and fading of a distinct
structural assemblage in a discrete temporal range. Further, two spe-
cific structures–CWD cover and amount of late decay-stage CWD–were
associated most closely with this ephemeral structural assemblage.
Moderate-severity patches also exhibited complex behaviors, switching
from similarity with low-severity patches at 10 years-since-fire to si-
milarity to high-severity patches at 27 years-since-fire. However,
moderate-severity patches at 10 years-since-fire were unique in their
strong positive association with a specific structure–CWD width–and
they were the most strongly negatively associated with structures as-
sociated with low-severity patches. This suggests that either moderate
fire severity creates distinct structural assemblages that emerge and
fade within a narrower temporal window than our study could detect
(Fontaine and Kennedy, 2012; Hutto and Patterson, 2016; Tingley
et al., 2018) or that current categorical severity designations (i.e., low,
moderate, and high) are not optimal for quantifying fire severities’ roles
in structuring systems.

The complex vegetation responses to the interaction of time-since-
fire and fire severity has important implications for ecological re-
storation. In this study system, and across much of the distribution of
ponderosa pine savannas and woodlands, ecological restoration efforts
tied to wildland fire management, timber management, and wildlife
conservation, still seek to constrain fire and minimize its frequency,
intensity, and severity (Dellasala et al., 2004; Donato et al., 2006; Hutto
et al., 2016; Twidwell et al., 2019). Effectively, such approaches would
mimic the vegetation responses to a single severity class (e.g., low-se-
verity) in this study. Minimizing variation in fire severity creates
structurally depauperate landscapes (Bowman et al., 2016; Hutto,
2008). The result is high structural similarity between patches and high
spatiotemporal synchrony in structure across the landscape (Fontaine
and Kennedy, 2012; Hutto et al., 2016; Keele et al., 2019; Taillie et al.,
2018). However, endangered mammals and insects such as Ovis cana-
densis and Speyeria idalia prefer very low tree density; taxa such as Sorex
cinereus use high CWD cover; the bee genera Bombus and Halictus
strongly associate with ephemeral flushes of flowers generated by high
tree mortality from moderate-high fire severities; and the endangered
bat Myotis thysanodes tends to use late decay stage snags (Table 1). The
result of minimizing fire severity is a simpler or more spatiotemporally
homogenous landscape that does not support the full array of biodi-
versity present in the historic ponderosa pine community (Donovan
et al., 2019; Saab et al., 2007), and tends to result in more problematic
wildfire conditions and more extreme wildfire events (Dellasala et al.,
2004; Donato et al., 2006). These outcomes are the opposite of savanna
restoration goals (Allen et al., 2002; Bowman and Legge, 2016; Hutto
et al., 2016).

5. Conclusions

Given the strength of fire severity as a driver of habitat structure
over multiple decades, biodiversity assessments, species-specific

Fig. 2. Biplot from redundancy analysis assessing the relationship between
vegetation structure and the interaction of time-since-fire and fire severity from
two wildfires in the Pine Ridge region of Nebraska, USA. Red arrows indicate
the strength of the interaction term, and red text with fire severity (high = H,
moderate = M, low = L) and time-since-fire (10 = 10-year-old Dawes
Complex wildfire, 27 = 27-year-old Fort Robinson wildfire) indicating the in-
teraction term associated with each arrow. Black text elements are the “species”
scores for the structure variables measured in 30 m2 plots (Density All = live
and dead tree density; Density Dead = dead tree density; Decay 1–2 = number
of dead trees in decay classes 1 and 2; Decay 3–5 = number of dead trees in
decay classes 3, 4, and 5; Cavity Size = average cavity size; Cavity
Height = average cavity height; coarse woody debris Cover = estimated area
covered by coarse woody debris; coarse woody debris 1–2 = number of pieces
of coarse woody debris in decay classes 1 and 2; coarse woody debris
3–5 = number of pieces of coarse woody debris in decay classes 3, 4, and 5;
DBH Mean = average diameter at breast height for all trees; DBH
SD = standard deviation of diameter at breast height for all trees). (For in-
terpretation of the references to colour in this figure legend, the reader is re-
ferred to the web version of this article.)
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research, and management should move beyond only considering
simplistic fire characteristics and instead move toward incorporating
both fire severity and time-since-fire into models and decisions.
Currently, most species-habitat relationship research in fire-dependent
systems only considers a binary burnt/unburnt classification or time-
since-fire (e.g., Fuhlendorf et al., 2009; Geary et al., 2019). Clearly,
burned vs unburned and time-since-fire relate to many species-specific
patterns: elk (Cervus canadensis) select newly-burnt areas with increased
forage availability (Roberts et al., 2017), black-backed woodpeckers
only utilize newly-burnt forest patches for breeding (Saracco et al.,
2011; Tingley et al., 2018). However, we show that fire severity, time-
since-fire, and the interaction of fire severity and time-since-fire explain
a majority of habitat structural characteristics for decades post-fire. For
example, in our study, we found fire severity influenced tree and snag
characteristics that are highly related to multiple bat species’ habitat
preferences. Big brown bats (Eptesicus fuscus) roosting preferences are
highly related to snag diameter (Arnett and Hayes, 2009). Fringed
myotis (Myotis thysanodes) and long-legged myotis (Myotis volans)
strongly prefer early-mid decay stage snags for roosting habitat (Baker
and Lacki, 2006; Weller and Zabel, 2001), and the threatened northern
long-eared bat (Myotis septentrionalis) select for burnt sites with very
particular coarse woody debris cover and decay stage as well as high
snag densities (Arnett and Hayes, 2009). This, along with the ease in
obtaining remotely-sensed fire severity data (Eidenshink et al., 2007),
suggests that fire severity and its interaction with time-since-fire merit
use as surrogates for specific habitat structures as well as serving as
covariates in habitat selection or species distribution modeling
(Buchalski et al., 2013; Chia et al., 2015; Fontaine and Kennedy, 2012).

Our results support using mixed-severity fire to restore ponderosa
pine savanna in such a way that fosters diverse information legacies
that were shaped by and helped perpetuate ponderosa pine savannas
historically (Hutto et al., 2016; Johnstone et al., 2016; Pausas and Parr,
2018; Roberts et al., 2019). At a minimum, we demonstrate the array of
structural heterogeneity that eastern ponderosa pine savanna restora-
tion efforts should not ignore (Bowman and Legge, 2016; Odion et al.,
2014). Although studies will continue exploring the particulars of “how
much” and “how often” mixed-severity fire should be applied to restore
self-reinforcing feedbacks in ponderosa pine savannas, historic evi-
dence from ponderosa pine savannas similar to our study site suggests
mixed-severity fires occurred as often as every 15 – 30 years (Sieg,
1997; Wendtland and Dodd, 1992). Additionally, there is a growing
number of successful passive and active approaches to implementing
mixed-severity fire to restore savanna structure and function. For pas-
sive restoration, resilience theory suggests that allowing naturally-oc-
curring mixed-severity fires to burn without human interference (in
sparsely-populated areas) can passively restore and maintain savannas
(McWethy et al., 2019). For example, Larson et al. (2013) demonstrate
how latent resilience to fire in unlogged, fire-excluded ponderosa pine
systems (similar conditions to our study system) allows repeated mixed-
severity wildfires to passively restore ponderosa pine woodlands and
savannas. For active restoration, studies in North America (Twidwell
et al., 2013; Twidwell et al., 2016) and South Africa (Smit et al., 2016)
show repeatedly implementing prescribed high-intensity fires can re-
store savanna structure and function. Alongside these studies, our
findings support moving beyond using fire suppression, pre-fire tree
thinning, or post-fire salvage logging to constrain future fires to low
intensities with the goal of preventing so-called “catastrophic” state
transitions in ponderosa pine systems (Donovan et al., 2019; Twidwell
et al., 2019).

CRediT authorship contribution statement

Caleb P. Roberts: Conceptualization, Methodology, Data curation,
Formal analysis, Project administration, Visualization, Writing - review
and editing. Victoria M. Donovan: Conceptualization, Methodology,
Data curation, Formal analysis, Project administration, Visualization,

Writing - review and editing. Sarah Nodskov: Conceptualization,
Methodology, Data curation, Formal analysis, Project administration,
Visualization, Writing - review and editing. Emma Keele:
Conceptualization, Data curation, Visualization, Writing - review and
editing. Craig R. Allen: Methodology, Resources, Funding acquisition,
Writing - review & editing. David Wedin: Resources, Funding acqui-
sition, Writing - review & editing. Dirac Twidwell: Conceptualization,
Resources, Funding acquisition, Writing - review & editing.

Declaration of Competing Interest

The authors declare that they have no known competing financial
interests or personal relationships that could have appeared to influ-
ence the work reported in this paper.

Acknowledgements

This work was supported by the USDA NIFA McIntire Stennis pro-
ject 1008861, the Department of Defense Strategic Environmental
Research Development Program W912HQ-15-C-0018, and the
University of Nebraska-Lincoln’s Department of Agronomy &
Horticulture. We extend special thanks to the Nebraska Game and Parks
Commission, especially to Mike Morava at Fort Robinson State Park and
Greg Schenbeck at Peterson Wildlife Management Area, for allowing us
to conduct this research on their lands. We also thank the US Forest
Service, specifically the Nebraska National Forest Bessey Ranger
District office.

References

Allen, C.D., Savage, M., Falk, D.A., Suckling, K.F., Swetnam, T.W., Schulke, T., Stacey,
P.B., Morgan, P., Hoffman, M., Klingel, J.T., 2002. Ecological restoration of south-
western ponderosa pine ecosystems: A broad perspective. Ecol. Appl. 12, 1418–1433.

Altendorf, K.B., Laundré, J.W., López González, C.A., Brown, J.S., 2001. Assessing effects
of predation risk on foraging behavior of mule deer. J. Mammal. 82, 430–439.

Andersen, A.N., Cook, G.D., Corbett, L.K., Douglas, M.M., Eager, R.W., Russell-Smith, J.,
Setterfield, S.A., Williams, R.J., Woinarski, J.C., 2005. Fire frequency and biodi-
versity conservation in australian tropical savannas: Implications from the Kapalga
fire experiment. Austral Ecol. 30, 155–167.

Anderson, M.J., 2014. Permutational multivariate analysis of variance (PERMANOVA).
Wiley StatsRef: Statistics Reference Online 1–15.

Anderson, M.J., Walsh, D.C., 2013. PERMANOVA, ANOSIM, and the Mantel test in the
face of heterogeneous dispersions: What null hypothesis are you testing? Ecol.
Monogr. 83, 557–574.

Archer, S.R., Andersen, E.M., Predick, K.I., Schwinning, S., Steidl, R.J., Woods, S.R., 2017.
Woody plant encroachment: Causes and consequences, in: Rangeland Systems.
Springer, Cham, pp. 25–84.

Arnett, E.B., Hayes, J.P., 2009. Use of conifer snags as roosts by female bats in western
Oregon. J. Wildl. Manag. 73, 214–224.

Baker, M.D., Lacki, M.J., 2006. Day-roosting habitat of female long-legged myotis in
ponderosa pine forests. J. Wildl. Manag. 70, 207–215.

Baker, W., 2018a. Historical fire regimes in ponderosa pine and mixed-conifer landscapes
of the San Juan mountains, Colorado, USA, from multiple sources. Fire 1, 23.

Baker, W.L., 2018b. Transitioning western us dry forests to limited committed warming
with bet-hedging and natural disturbances. Ecosphere 9, e02288.

Baker, W.L., 2015. Are high-severity fires burning at much higher rates recently than
historically in dry-forest landscapes of the western USA? PLoS ONE 10, e0136147.

Bayne, E., Hobson, K., 2000. Relative use of contiguous and fragmented boreal forest by
red squirrels (Tamiasciurus hudsonicus). Can. J. Zool. 78, 359–365.

Bechard, M.J., Knight, R.L., Smith, D.G., Fitzner, R.E., 1990. Nest sites and habitats of
sympatric hawks (Buteo spp.) in Washington (Habitat y lugar de anidamiento de
halcones simpátricos en Washington). J. Field Ornithol. 61 (2), 159–170.

Beckage, B., Gross, L.J., Platt, W.J., 2011. Grass feedbacks on fire stabilize savannas. Ecol.
Model. 222, 2227–2233.

Blomquist, S.M., Hunter Jr, M.L., 2009. A multi-scale assessment of habitat selection and
movement patterns by northern leopard frogs (Lithobates [Rana] pipiens) in a
managed forest. Herpetological Conserv. Biol. 4 (2), 142–160.

Bowman, D.M., Legge, S., 2016. Pyrodiversity—why managing fire in food webs is re-
levant to restoration ecology. Restor. Ecol. 24, 848–853.

Bowman, D.M., Perry, G.L., Higgins, S.I., Johnson, C.N., Fuhlendorf, S.D., Murphy, B.P.,
2016. Pyrodiversity is the coupling of biodiversity and fire regimes in food webs. Phil.
Trans. R. Soc. B 371, 20150169.

Bradstock, R., Bedward, M., Gill, A., Cohn, J., 2005. Which mosaic? A landscape ecolo-
gical approach for evaluating interactions between fire regimes, habitat and animals.
Wildlife Res. 32, 409–423.

Brown, P.M., Sieg, C.H., 1999. Historical variability in fire at the ponderosa pine-northern

C.P. Roberts, et al. Forest Ecology and Management 459 (2020) 117853

7

http://refhub.elsevier.com/S0378-1127(19)32228-5/h0005
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0005
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0005
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0010
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0010
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0015
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0015
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0015
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0015
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0025
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0025
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0025
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0035
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0035
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0040
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0040
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0045
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0045
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0050
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0050
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0055
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0055
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0060
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0060
http://refhub.elsevier.com/S0378-1127(19)32228-5/optvSXlWYaoBR
http://refhub.elsevier.com/S0378-1127(19)32228-5/optvSXlWYaoBR
http://refhub.elsevier.com/S0378-1127(19)32228-5/optvSXlWYaoBR
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0065
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0065
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0070
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0070
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0070
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0075
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0075
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0080
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0080
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0080
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0085
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0085
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0085
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0090


great plains prairie ecotone, southeastern Black Hills, South Dakota. Ecoscience 6,
539–547.

Buchalski, M.R., Fontaine, J.B., Heady III, P.A., Hayes, J.P., Frick, W.F., 2013. Bat re-
sponse to differing fire severity in mixed-conifer forest California, USA. PLoS ONE 8,
e57884.

Bull, E.L., 2002. The value of coarse woody debris to vertebrates in the pacific northwest,
in: Proceedings of the Symposium on the Ecology and Management of Dead Wood in
Western Forests. General Technical Report Psw-Gtr-181. Usda Forest Service, Pacific
Southwest Research Station, Albany, CA. Citeseer, pp. 171–178.

Burkle, L.A., Simanonok, M.P., Durney, J.S., Myers, J.A., Belote, R.T., 2019. Wildfires
increase density and diversity of native bees and floral resources, but unburned areas
maintain interspecific and intraspecific trait variation of bees and plants in landscape
mosaics. Front. Ecol. Evol. 7, 252.

Chia, E.K., Bassett, M., Nimmo, D.G., Leonard, S.W., Ritchie, E.G., Clarke, M.F., Bennett,
A.F., 2015. Fire severity and fire-induced landscape heterogeneity affect arboreal
mammals in fire-prone forests. Ecosphere 6, 1–14.

Collinge, S.K., Prudic, K.L., Oliver, J.C., 2003. Effects of local habitat characteristics and
landscape context on grassland butterfly diversity. Conserv. Biol. 17, 178–187.

Converse, S.J., Iverson, J.B., Savidge, J.A., 2002. Activity, reproduction and over-
wintering behavior of ornate box turtles (Terrapene ornata ornata) in the Nebraska
Sandhills. Am. Midland Nat. 148, 416–422.

Conway, C.J., Nadeau, C.P., Piest, L., 2010. Fire helps restore natural disturbance regime
to benefit rare and endangered marsh birds endemic to the Colorado River. Ecol.
Appl. 20, 2024–2035.

Covert-Bratland, K.A., Block, W.M., Theimer, T.C., 2006. Hairy woodpecker winter
ecology in ponderosa pine forests representing different ages since wildfire. J. Wildl.
Manag. 70, 1379–1392.

Covington, W.W., Moore, M.M., 1994. Postsettlement changes in natural fire regimes and
forest structure: Ecological restoration of old-growth ponderosa pine forests. J.
Sustainable For. 2, 153–181.

David, D.H.T., et al., 2000. Habitat selection and prey odor in the foraging behavior of
western rattlesnakes (Crotalus viridis). Behaviour 137, 119–135.

Dellasala, D.A., Williams, J.E., Williams, C.D., Franklin, J.F., 2004. Beyond smoke and
mirrors: A synthesis of fire policy and science. Conserv. Biol. 18, 976–986.

Dibner, R.R., Doak, D.F., Murphy, M., 2017. Discrepancies in occupancy and abundance
approaches to identifying and protecting habitat for an at-risk species. Ecol. Evol. 7,
5692–5702.

Doherty, T.S., van Etten, E.J., Davis, R.A., Knuckey, C., Radford, J.Q., Dalgleish, S.A.,
2017. Ecosystem responses to fire: Identifying cross-taxa contrasts and com-
plementarities to inform management strategies. Ecosystems 20, 872–884.

Donato, D., Fontaine, J.B., Campbell, J., Robinson, W., Kauffman, J., Law, B.E., 2006.
Post-wildfire logging hinders regeneration and increases fire risk. Science 311.

Donovan, V.M., Roberts, C.P., Wonkka, C.L., Wedin, D.A., Twidwell, D., 2019. Ponderosa
pine regeneration, wildland fuels management, and habitat conservation: Identifying
trade-offs following wildfire. Forests 10, 286.

Driscoll, D.A., Lindenmayer, D.B., Bennett, A.F., Bode, M., Bradstock, R.A., Cary, G.J.,
Clarke, M.F., Dexter, N., Fensham, R., Friend, G., et al., 2010. Fire management for
biodiversity conservation: Key research questions and our capacity to answer them.
Biol. Conserv. 143, 1928–1939.

Dunham, J.B., Rosenberger, A.E., Luce, C.H., Rieman, B.E., 2007. Influences of wildfire
and channel reorganization on spatial and temporal variation in stream temperature
and the distribution of fish and amphibians. Ecosystems 10, 335–346.

Eidenshink, J., Schwind, B., Brewer, K., Zhu, Z.-L., Quayle, B., Howard, S., 2007. A project
for monitoring trends in burn severity. Fire Ecology 3, 3–21.

Fauteux, D., Imbeau, L., Drapeau, P., Mazerolle, M.J., 2012. Small mammal responses to
coarse woody debris distribution at different spatial scales in managed and un-
managed boreal forests. For. Ecol. Manage. 266, 194–205.

Fontaine, J.B., Kennedy, P.L., 2012. Meta-analysis of avian and small-mammal response
to fire severity and fire surrogate treatments in us fire-prone forests. Ecol. Appl. 22,
1547–1561.

Fuhlendorf, S.D., Engle, D.M., Kerby, J., Hamilton, R., 2009. Pyric herbivory: Rewilding
landscapes through the recoupling of fire and grazing. Conserv. Biol. 23, 588–598.

Fuhlendorf, S.D., Fynn, R.W., McGranahan, D.A., Twidwell, D., 2017. Heterogeneity as
the basis for rangeland management, in: Rangeland Systems. Springer, Cham, pp.
169–196.

Galbraith, S.M., Cane, J.H., Moldenke, A.R., Rivers, J.W., 2019. Wild bee diversity in-
creases with local fire severity in a fire-prone landscape. Ecosphere 10, e02668.

Geary, W.L., Doherty, T.S., Nimmo, D.G., Tulloch, A.I., Ritchie, E.G., 2019. Predator re-
sponses to fire: A global systematic review and meta-analysis. J. Anim. Ecol. https://
doi.org/10.1111/1365-2656.13153.

Gilmer, D.S., Stewart, R.E., 1983. Ferruginous hawk populations and habitat use in North
Dakota. J. Wildl. Manag. 47, 146–157.

Goguen, C.B., Mathews, N.E., 1998. Songbird community composition and nesting suc-
cess in grazed and ungrazed pinyon-juniper woodlands. J. Wildl. Manag. 62,
474–484.

Hagmann, R.K., Franklin, J.F., Johnson, K.N., 2013. Historical structure and composition
of ponderosa pine and mixed-conifer forests in south-central Oregon. For. Ecol.
Manage. 304, 492–504.

He, T., Lamont, B.B., Pausas, J.G., 2019. Fire as a key driver of earth’s biodiversity. Biol.
Rev. https://doi.org/10.1111/brv.12544.

Hossack, B.R., Lowe, W.H., Corn, P.S., 2013. Rapid increases and time-lagged declines in
amphibian occupancy after wildfire. Conserv. Biol. 27, 219–228.

Huntzinger, M., 2003. Effects of fire management practices on butterfly diversity in the
forested western United States. Biol. Conserv. 113, 1–12.

Hutto, R.L., 2008. The ecological importance of severe wildfires: some like it hot. Ecol.
Appl. 18, 1827–1834.

Hutto, R.L., Conway, C.J., Saab, V.A., Walters, J.R., 2008. What constitutes a natural fire
regime? Insight from the ecology and distribution of coniferous forest birds in North
America. Fire Ecology 4, 115–132.

Hutto, R.L., Keane, R.E., Sherriff, R.L., Rota, C.T., Eby, L.A., Saab, V.A., 2016. Toward a
more ecologically informed view of severe forest fires. Ecosphere 7, e01255.

Hutto, R.L., Patterson, D.A., 2016. Positive effects of fire on birds may appear only under
narrow combinations of fire severity and time-since-fire. Int. J. Wildland Fire 25,
1074–1085.

Ingalsbee, T., 2017. Whither the paradigm shift? Large wildland fires and the wildfire
paradox offer opportunities for a new paradigm of ecological fire management. Int. J.
Wildland Fire 26, 557–561.

James, F.C., 1971. Ordinations of habitat relationships among breeding birds. The Wilson
Bulletin 215–236.

Johnsgard, P.A., 2005. The nature of Nebraska: ecology and biodiversity. U of Nebraska
Press.

Johnstone, J.F., Allen, C.D., Franklin, J.F., Frelich, L.E., Harvey, B.J., Higuera, P.E., Mack,
M.C., Meentemeyer, R.K., Metz, M.R., Perry, G.L., et al., 2016. Changing disturbance
regimes, ecological memory, and forest resilience. Front. Ecol. Environ. 14, 369–378.

Jones, M.E., Davidson, N., 2016. Applying an animal-centric approach to improve eco-
logical restoration. Restor. Ecol. 24, 836–842.

Keele, E.C., Donovan, V.M., Roberts, C.P., Nodskov, S.M., Wonkka, C.L., Allen, C.R.,
Powell, L.A., Wedin, D.A., Angeler, D.G., Twidwell, D., 2019. Relationships between
wildfire burn severity, cavity-nesting bird assemblages, and habitat in an eastern
ponderosa pine forest. Am. Midland Nat. 181, 1–18.

Kelly, L.T., Bennett, A.F., Clarke, M.F., McCarthy, M.A., 2015. Optimal fire histories for
biodiversity conservation. Conserv. Biol. 29, 473–481.

Keyser, T.L., Lentile, L.B., Smith, F.W., Shepperd, W.D., 2008. Changes in forest structure
after a large, mixed-severity wildfire in ponderosa pine forests of the Black Hills,
South Dakota, USA. For. Sci. 54, 328–338.

Kunz, T.H., Lumsden, L.F., Fenton, M., 2003. Ecology of cavity and foliage roosting bats.
Bat Ecol. 1, 3–89.

Larson, A.J., Belote, R.T., Cansler, C.A., Parks, S.A., Dietz, M.S., 2013. Latent resilience in
ponderosa pine forest: Effects of resumed frequent fire. Ecol. Appl. 23, 1243–1249.

Legendre, P., Gallagher, E.D., 2001. Ecologically meaningful transformations for ordi-
nation of species data. Oecologia 129, 271–280.

Lindenmayer, D.B., Blanchard, W., McBurney, L., Blair, D., Banks, S.C., Driscoll, D.A.,
Smith, A.L., Gill, A.M., 2014. Complex responses of birds to landscape-level fire ex-
tent, fire severity and environmental drivers. Divers. Distrib. 20, 467–477.

Linder, K.A., Anderson, S.H., 1998. Nesting habitat of Lewis’ woodpeckers in southeastern
Wyoming (habitat de anidamiento de melanerpes lewis en el sureste de Wyoming). J.
Field Ornithol. 69 (1), 109–116.

Loeb, S.C., 1999. Responses of small mammals to coarse woody debris in a southeastern
pine forest. J. Mammal. 80, 460–471.

Margolis, E.Q., Malevich, S.B., 2016. Historical dominance of low-severity fire in dry and
wet mixed-conifer forest habitats of the endangered terrestrial Jemez Mountains
salamander (Plethodon neomexicanus). For. Ecol. Manage. 375, 12–26.

Mathies, T., Martin, D.J., 2008. Overwintering site selection by short-horned lizards
(Phrynosoma hernandesi) in northeastern Colorado. J. Herpetol. 42, 163–171.

McComb, W.C., 2003. Ecology of coarse woody debris and its role as habitat for mam-
mals. Mammal community dynamics: management and conservation in the con-
iferous forests of western North America. Cambridge University Press, New York,
New York 374–404.

McWethy, D.B., Schoennagel, T., Higuera, P.E., Krawchuk, M., Harvey, B.J., Metcalf, E.C.,
Virapongse, A., 2019. Rethinking resilience to wildfire. Nature Sustainability 2,
797–804.

Means, D.B., 2006. Vertebrate faunal diversity of longleaf pine ecosystems, in: The
Longleaf Pine Ecosystem. New York, NY: Springer, pp. 157–213.

Nelson, S.M., Epstein, M.E., 1998. Butterflies (Lepidoptera: Papilionoidea and
Hesperioidea) of Roxborough State Park, Colorado, USA: Baseline inventory, com-
munity attributes, and monitoring plan. Environ. Manage. 22, 287–295.

Noson, A.C., Schmitz, R.A., Miller, R.F., 2006. Influence of fire and juniper encroachment
on birds in high-elevation sagebrush steppe. Western North Am. Nat. 343–353.

Odion, D.C., Hanson, C.T., Arsenault, A., Baker, W.L., DellaSala, D.A., Hutto, R.L.,
Klenner, W., Moritz, M.A., Sherriff, R.L., Veblen, T.T., et al., 2014. Examining his-
torical and current mixed-severity fire regimes in ponderosa pine and mixed-conifer
forests of western North America. PLoS ONE 9, e87852.

Odion, D.C., Hanson, C.T., Baker, W.L., DellaSala, D.A., Williams, M.A., 2016. Areas of
agreement and disagreement regarding ponderosa pine and mixed conifer forest fire
regimes: A dialogue with Stevens et al. PloS one 11, e0154579.

Oksanen, J., Blanchet, F., Kindt, R., Legendre, P., Minchin, P., O’Hara, R., et al., 2018.
Vegan: Community ecology package. R package vegan, vers. 2 (2-1), 2015.

Passovoy, M.D., Fulé, P.Z., 2006. Snag and woody debris dynamics following severe
wildfires in northern Arizona ponderosa pine forests. For. Ecol. Manage. 223,
237–246.

Pausas, J.G., Parr, C.L., 2018. Towards an understanding of the evolutionary role of fire in
animals. Evol. Ecol. 32, 113–125.

Popescu, V.D., Patrick, D.A., Hunter Jr, M.L., Calhoun, A.J., 2012. The role of forest
harvesting and subsequent vegetative regrowth in determining patterns of amphibian
habitat use. For. Ecol. Manage. 270, 163–174.

Roberts, C.P., Cain, J.W., Cox, R.D., 2017. Identifying ecologically relevant scales of
habitat selection: Diel habitat selection in elk. Ecosphere 8, e02013.

Roberts, C.P., Donovan, V.M., Wonkka, C.L., Powell, L.A., Allen, C.R., Angeler, D.G.,
Wedin, D.A., Twidwell, D., 2019. Fire legacies in eastern ponderosa pine forests. Ecol.
Evol. 9, 1869–1879.

Rosenstock, S.S., Charles Van Riper, I., 2001. Breeding bird responses to juniper wood-
land expansion. J. Range Manag. 226–232.

C.P. Roberts, et al. Forest Ecology and Management 459 (2020) 117853

8

http://refhub.elsevier.com/S0378-1127(19)32228-5/h0090
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0090
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0095
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0095
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0095
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0105
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0105
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0105
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0105
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0110
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0110
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0110
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0115
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0115
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0120
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0120
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0120
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0125
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0125
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0125
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0130
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0130
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0130
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0135
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0135
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0135
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0140
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0140
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0145
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0145
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0150
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0150
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0150
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0155
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0155
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0155
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0160
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0160
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0165
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0165
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0165
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0170
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0170
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0170
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0170
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0175
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0175
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0175
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0180
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0180
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0185
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0185
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0185
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0190
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0190
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0190
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0195
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0195
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0205
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0205
https://doi.org/10.1111/1365-2656.13153
https://doi.org/10.1111/1365-2656.13153
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0215
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0215
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0220
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0220
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0220
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0225
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0225
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0225
https://doi.org/10.1111/brv.12544
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0235
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0235
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0240
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0240
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0245
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0245
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0250
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0250
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0250
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0255
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0255
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0260
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0260
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0260
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0265
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0265
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0265
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0270
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0270
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0280
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0280
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0280
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0285
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0285
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0290
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0290
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0290
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0290
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0295
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0295
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0300
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0300
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0300
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0305
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0305
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0310
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0310
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0315
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0315
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0320
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0320
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0320
http://refhub.elsevier.com/S0378-1127(19)32228-5/optzzDXCwgPVM
http://refhub.elsevier.com/S0378-1127(19)32228-5/optzzDXCwgPVM
http://refhub.elsevier.com/S0378-1127(19)32228-5/optzzDXCwgPVM
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0325
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0325
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0330
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0330
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0330
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0335
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0335
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0345
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0345
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0345
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0355
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0355
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0355
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0360
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0360
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0365
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0365
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0365
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0365
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0375
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0375
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0380
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0380
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0380
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0385
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0385
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0390
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0390
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0390
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0395
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0395
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0400
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0400
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0400
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0405
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0405


Saab, V.A., Russell, R.E., Dudley, J.G., 2007. Nest densities of cavity-nesting birds in
relation to postfire salvage logging and time since wildfire. The Condor 109, 97–108.

Saracco, J.F., Siegel, R.B., Wilkerson, R.L., 2011. Occupancy modeling of black-backed
woodpeckers on burned Sierra Nevada forests. Ecosphere 2, 1–17.

Schneider, R., Stoner, K., Steinauer, G., Panella, M., Humpert, M., 2011. The nebraska
natural legacy project: A comprehensive wildlife conservation strategy. Nebraska
Game; Parks Commission.

Scott, J.A., Epstein, M.E., 1987. Factors affecting phenology in a temperate insect com-
munity. Am. Midl. Nat. 103–118.

Sedgwick, J.A., Knopf, F.L., 1990. Habitat relationships and nest site characteristics of
cavity-nesting birds in cottonwood floodplains. J. Wildl. Manag. 112–124.

Shannon, N.H., Hudson, R.J., Brink, V.C., Kitts, W.D., 1975. Determinants of spatial
distribution of Rocky Mountain bighorn sheep. J. Wildl. Manag. 387–401.

Shuey, J.A., Metzler, E.H., Iftner, D., Calhoun, J.V., Peacock, J.W., Watkins, R.A., Hooper,
J.D., Babcock, W.F., 1987. Status and habitats of potentially endangered Lepidoptera
in Ohio. J. Lepidopterists Soc. 41, 1–12.

Sieg, C.H., 1997. The role of fire in managing for biological diversity on native rangelands
of the northern Great Plains, in: In: Uresk, Daniel W.; Schenbeck, Greg L.; O’Rourke,
James T., Tech Coords. Conserving Biodiversity on Native Rangelands: Symposium
Proceedings: August 17, 1995; Fort Robinson State Park, Nebraska. Gen. Tech. Rep.
Rm-Gtr-298. Fort Collins, Co: US Department of Agriculture, Forest Service, Rocky
Mountain Forest and Range Experiment Station. P. 31-38. pp. 31–38.

Smit, I.P., Asner, G.P., Govender, N., Vaughn, N.R., van Wilgen, B.W., 2016. An ex-
amination of the potential efficacy of high-intensity fires for reversing woody en-
croachment in savannas. J. Appl. Ecol. 53, 1623–1633.

Smith, T., Shugart, H., 1987. Territory size variation in the ovenbird: The role of habitat
structure. Ecology 68, 695–704.

Smucker, K.M., Hutto, R.L., Steele, B.M., 2005. Changes in bird abundance after wildfire:
Importance of fire severity and time since fire. Ecol. Appl. 15, 1535–1549.

Spellman, F.R., 2011. Forest-based biomass energy: Concepts and applications. CRC Press.
Spies, T.A., Lindenmayer, D.B., Gill, A.M., Stephens, S.L., Agee, J.K., 2012. Challenges

and a checklist for biodiversity conservation in fire-prone forests: Perspectives from
the pacific northwest of USA and southeastern Australia. Biol. Conserv. 145, 5–14.

Stephens, S.L., Lydersen, J.M., Collins, B.M., Fry, D.L., Meyer, M.D., 2015. Historical and
current landscape-scale ponderosa pine and mixed conifer forest structure in the
southern Sierra Nevada. Ecosphere 6, 1–63.

Stevens, J.T., Safford, H.D., North, M.P., Fried, J.S., Gray, A.N., Brown, P.M., Dolanc,
C.R., Dobrowski, S.Z., Falk, D.A., Farris, C.A., et al., 2016. Average stand age from
forest inventory plots does not describe historical fire regimes in ponderosa pine and
mixed-conifer forests of western North America. PLoS ONE 11, e0147688.

Stevens, N., Lehmann, C.E., Murphy, B.P., Durigan, G., 2017. Savanna woody en-
croachment is widespread across three continents. Glob. Change Biol. 23, 235–244.

Swan, M., Sitters, H., Cawson, J., Duff, T., Wibisono, Y., York, A., 2018. Fire planning for
multispecies conservation: Integrating growth stage and fire severity. For. Ecol.

Manage. 415, 85–97.
Swanson, M.E., Franklin, J.F., Beschta, R.L., Crisafulli, C.M., DellaSala, D.A., Hutto, R.L.,

Lindenmayer, D.B., Swanson, F.J., 2011. The forgotten stage of forest succession:
Early-successional ecosystems on forest sites. Front. Ecol. Environ. 9, 117–125.

Taillie, P.J., Burnett, R.D., Roberts, L.J., Campos, B.R., Peterson, M.N., Moorman, C.E.,
2018. Interacting and non-linear avian responses to mixed-severity wildfire and time
since fire. Ecosphere 9, e02291.

Team, R.C., 2018. R: A language and environment for statistical computing, R Foundation
for Statistical Computing, Austria, 2015.

Tingley, M.W., Stillman, A.N., Wilkerson, R.L., Howell, C.A., Sawyer, S.C., Siegel, R.B.,
2018. Cross-scale occupancy dynamics of a postfire specialist in response to variation
across a fire regime. J. Anim. Ecol. 87, 1484–1496.

Twidwell, D., Fuhlendorf, S.D., Taylor Jr, C.A., Rogers, W.E., 2013. Refining thresholds in
coupled fire–vegetation models to improve management of encroaching woody
plants in grasslands. J. Appl. Ecol. 50, 603–613.

Twidwell, D., Rogers, W.E., Wonkka, C.L., Taylor Jr, C.A., Kreuter, U.P., 2016. Extreme
prescribed fire during drought reduces survival and density of woody resprouters. J.
Appl. Ecol. 53, 1585–1596.

Twidwell, D., Wonkka, C.L., Wang, H.-H., Grant, W.E., Allen, C.R., Fuhlendorf, S.D.,
Garmestani, A.S., Angeler, D.G., Taylor Jr, C.A., Kreuter, U.P., et al., 2019. Coerced
resilience in fire management. J. Environ. Manage. 240, 368–373.

Valentine, L.E., Fisher, R., Wilson, B.A., Sonneman, T., Stock, W.D., Fleming, P.A., Hobbs,
R.J., 2014. Time since fire influences food resources for an endangered species,
Carnaby’s cockatoo, in a fire-prone landscape. Biol. Conserv. 175, 1–9.

Vierling, K., Lentile, L., 2006. Red-headed woodpecker nest-site selection and reproduc-
tion in mixed ponderosa pine and aspen woodland following fire. The Condor 108,
957–962.

Webb, J.K., Shine, R., Pringle, R.M., 2005. Canopy removal restores habitat quality for an
endangered snake in a fire suppressed landscape. Copeia 2005, 894–900.

Weller, T.J., Zabel, C.J., 2001. Characteristics of fringed myotis day roosts in northern
California. J. Wildl. Manag. 65, 489–497.

Wendtland, K.J., Dodd, J.L., 1992. The fire history of Scotts Bluff National Monument, in:
Proceedings of the 12th North American Prairie Conference; Smith, Daryl d. pp. 5–9.

Williams, M.A., Baker, W.L., 2012. Spatially extensive reconstructions show variable-se-
verity fire and heterogeneous structure in historical western United States dry forests.
Glob. Ecol. Biogeogr. 21, 1042–1052.

Woinarski, J., Armstrong, M., Brennan, K., Fisher, A., Griffiths, A., Hill, B., Milne, D.,
Palmer, C., Ward, S., Watson, M., et al., 2010. Monitoring indicates rapid and severe
decline of native small mammals in Kakadu National Park, northern Australia.
Wildlife Res. 37, 116–126.

Woldendorp, G., Keenan, R., Barry, S., Spencer, R., 2004. Analysis of sampling methods
for coarse woody debris. For. Ecol. Manage. 198, 133–148.

Yates, C.P., Edwards, A.C., Russell-Smith, J., 2009. Big fires and their ecological impacts
in Australian savannas: Size and frequency matters. Int. J. Wildland Fire 17, 768–781.

C.P. Roberts, et al. Forest Ecology and Management 459 (2020) 117853

9

http://refhub.elsevier.com/S0378-1127(19)32228-5/h0410
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0410
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0415
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0415
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0425
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0425
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0430
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0430
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0435
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0435
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0440
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0440
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0440
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0450
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0450
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0450
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0455
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0455
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0460
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0460
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0470
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0470
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0470
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0475
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0475
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0475
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0480
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0480
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0480
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0480
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0485
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0485
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0490
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0490
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0490
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0495
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0495
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0495
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0500
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0500
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0500
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0510
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0510
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0510
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0515
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0515
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0515
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0520
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0520
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0520
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0525
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0525
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0525
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0530
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0530
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0530
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0535
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0535
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0535
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0540
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0540
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0545
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0545
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0555
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0555
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0555
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0560
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0560
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0560
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0560
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0565
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0565
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0570
http://refhub.elsevier.com/S0378-1127(19)32228-5/h0570

	Fire legacies, heterogeneity, and the importance of mixed-severity fire in ponderosa pine savannas
	Introduction
	Materials and methods
	Study site description
	Site selection
	Data collection
	Statistical analysis
	Relative strengths of time-since-fire and fire severity
	Relationship between time-since-fire/fire severity and structures


	Results
	Relative effects of time-since-fire and fire severity
	Relationship between time-since-fire/fire severity and structures

	Discussion
	Conclusions
	CRediT authorship contribution statement
	mk:H1_15
	Acknowledgements
	References




