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Abstract. Plant community composition influences carbon,
water, and energy fluxes at regional to global scales. Vegeta-
tion demographic models (VDMs) allow investigation of the
effects of changing climate and disturbance regimes on veg-
etation composition and fluxes. Such investigation requires
that the models can accurately resolve these feedbacks to
simulate realistic composition. Vegetation in VDMs is com-
posed of plant functional types (PFTs), which are specified
according to plant traits. Defining PFTs is challenging due
to large variability in trait observations within and between
plant types and a lack of understanding of model sensitiv-
ity to these traits. Here we present an approach for devel-
oping PFT parameterizations that are connected to the un-
derlying ecological processes determining forest composi-
tion in the mixed-conifer forest of the Sierra Nevada of Cali-
fornia, USA. We constrain multiple relative trait values be-
tween PFTs, as opposed to randomly sampling within the
range of observations. An ensemble of PFT parameteriza-
tions are then filtered based on emergent forest properties
meeting observation-based ecological criteria under alternate
disturbance scenarios. A small ensemble of alternate PFT
parameterizations is identified that produces plausible for-
est composition and demonstrates variability in response to
disturbance frequency and regional environmental variation.
Retaining multiple PFT parameterizations allows us to quan-
tify the uncertainty in forest responses due to variability in

trait observations. Vegetation composition is a key emergent
outcome from VDMs and our methodology provides a foun-
dation for robust PFT parameterization across ecosystems.

1 Introduction

Plant community composition has important influences on
carbon, water, and energy fluxes at regional (Wullschleger et
al., 2014) and global scales (Bonan, 2008). Because climate-
driven shifts in community composition have occurred over
the past century (Adams et al., 2010; Allen and Breshears,
1998; Millar and Stephenson, 2015; Kelly and Goulden,
2008) and are projected to continue into the future (Buotte
et al., 2019; Williams et al., 2013; Thorne et al., 2017), cap-
turing compositional changes is critical for simulating feed-
backs within the Earth system. Vegetation demographic mod-
els (VDMs) can resolve the ecological mechanisms that de-
termine community composition and are computationally ef-
ficient enough to be coupled to Earth system models (Fisher
et al., 2018). These models track plant size, height, and
canopy position, which allows for light competition, com-
petitive exclusion, and dynamic recovery after disturbance
(Fisher et al., 2018).

Community composition is a dynamic property of ecosys-
tems, arising from complex interactions among climate, dis-
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turbance, plant ecological strategies, and abiotic conditions
(Johnstone et al., 2016; Stephenson, 1990). VDMs predict
composition by simulating the effects of the environment
on growth and mortality rates based on physiological func-
tions, which are simplified by grouping species into plant
functional types (PFTs) (Fisher et al., 2018; Koven et al.,
2020; Lebauer et al., 2013). Increasing the ecological resolu-
tion represented by PFTs can improve simulated vegetation–
climate feedbacks (Druel et al., 2017) and ecotone transitions
(Baudena et al., 2015).

The functional complexity of VDMs comes with inherent
challenges. While VDMs have flexibility in PFT definitions
(Fisher et al., 2015; Medvigy et al., 2009), observed trait vari-
ability, even within a single species, can be large (Kattge
et al., 2020). While progress is being made in quantifying
model sensitivity to traits (Dietze et al., 2014; Raczka et al.,
2018; Shiklomanov et al., 2020), PFT parameterizations are
likely to exhibit variability across climatic gradients. It re-
mains a challenge, given the non-linear feedbacks among cli-
mate, disturbance, and PFT composition in VDMs, to define
PFT parameterizations that lead to accurate resolution of the
interactions that determine community composition (Shiklo-
manov et al., 2020).

Prior research suggests that the model parameters that are
most important in determining composition are likely to vary
according to the model’s representation of the primary con-
straints on plant growth (Nemani et al., 2003) and distur-
bance regimes. In the mesic temperate forest, temperature
has a strong effect on the distribution of evergreen and de-
ciduous broadleaf trees (Xie et al., 2015), and the simulated
biome boundary between cold-deciduous hardwood and ev-
ergreen needleleaf trees was sensitive to temperature effects
on leaf lifespan (Fisher et al., 2015). Competition for light
exerts a strong control on tropical forest community com-
position (Farrior et al., 2016; Condit et al., 2013), and sim-
ulated coexistence of tropical PFTs depends on parameters
that influence the relative differences in canopy tree growth
and mortality rates (Koven et al., 2020; Massoud et al., 2019;
Powell et al., 2018). In semiarid temperate forests, light
availability, water availability, and the fire regime exert im-
portant controls on forest composition (North et al., 2016;
Nemani et al., 2003). However, the controls on forest com-
position within VDMs have not been examined in this forest
type.

Here we present an approach for defining PFT parame-
terizations that ensures simulated forest composition is a re-
sult of the interactions among the ecological strategies the
PFTs represent, alternate disturbance regimes, and climate.
We illustrate this approach by defining two conifer PFTs in
the Functionally Assembled Terrestrial Ecosystem Simulator
(FATES) for the mixed-conifer forest of the Sierra Nevada,
California, USA. We define a pine PFT representative of a
shade-intolerant, moderately drought-tolerant, fire-resistant
conifer and an incense cedar PFT representative of a shade-
tolerant, very drought-tolerant, less fire-resistant conifer. In

this ecosystem, FATES simulations with robust PFT parame-
terizations should demonstrate that (1) PFT-specific trait pa-
rameters related to shade tolerance, drought tolerance, and
fire resistance influence forest composition via their controls
on growth and mortality rates; (2) forest composition is sen-
sitive to the simulated fire regime through fire’s effect on the
light environment and direct mortality; and (3) forest com-
position is sensitive to variation in water availability, with
less pine in areas with low water availability compared with
greater water availability.

2 Methods

2.1 Modeling framework

FATES was developed through integration of the Ecosystem
Demography (ED) model (Medvigy et al., 2009; Moorcroft
et al., 2001) with the Community Land Model (Oleson et
al., 2013), with initial testing focused on eastern US forests
(Fisher et al., 2015) and Panamanian tropical forests (Koven
et al., 2020; Massoud et al., 2019). FATES resolves vegeta-
tion demographics at the level of the cohort, which represents
the density of individuals of a given PFT, size, and canopy
position. PFTs are defined by functional traits that describe
plant physiology (e.g., photosynthesis, respiration, carbon al-
location, and turnover) and sensitivity to disturbance and en-
vironmental variation. Patches can contain multiple cohorts
of plants and patch age is tracked according to time since
last disturbance. The number of patches and cohorts is dy-
namic during a simulation. Allocation of carbon to reproduc-
tion creates new cohorts within a patch. Disturbance caused
by tree mortality, fire, or harvest splits existing patches to
create a new patch. Growth rates for each cohort are deter-
mined by carbon assimilation and allocation, which are af-
fected by light and water availability and climate. Mortality
is based on fire, carbon starvation, hydraulic failure, and cold
stress, along with a background mortality rate representing
mortality sources not yet incorporated into the model. FATES
computes physiological processes on half-hourly time steps,
and growth, mortality, regeneration, and disturbance on daily
time steps. Here we have coupled FATES to the Commu-
nity Land Model version 5 (Lawrence et al., 2019), which
allows for a dynamic relationship between soil water avail-
ability and evapotranspiration that is governed by PFT water
stress tolerance and soil physical properties. A full descrip-
tion of physiological and demographic processes in FATES
can be found in Fisher et al. (2015) and Koven et al. (2020).
SPITFIRE, a forest fire behavior and effects model meant for
use at regional to global scales (Thonicke et al., 2010). As
implemented in FATES, fires are initiated based on a light-
ning ignitions dataset (Li et al., 2013) and once ignited are
modulated by climate with the Nesterov fire danger index.
Fire behaviors, including rate of spread, duration, and inten-
sity, depend on six classes of ground fuels and their moisture
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status. Scorch height is estimated for each cohort of trees and
is a measure of crown damage. Cambial damage, which is
modulated by traits such as bark thickness, canopy damage,
and cambial heating determine the probability of tree mortal-
ity. The amount of biomass consumed is calculated based on
fire intensity and rate of spread.

2.2 Study area and forest type

We simulated the two dominant conifer genera in Cali-
fornia’s mixed-conifer forest: pine and incense cedar. The
pine species in this forest, including ponderosa (Pinus pon-
derosa), Jeffrey (Pinus jeffreyii), and sugar (Pinus lamber-
tiana) pine, are shade intolerant and highly resistant to fire
(North et al., 2016). Incense cedar (Calocedrus decurrens) is
more shade and drought tolerant, but less fire resistant (North
et al., 2016). Surface fires, and the creation of microclimates
suitable for pine regeneration are thought to be important for
promoting pine dominance in the Sierra Nevada (Van de Wa-
ter and Safford, 2011; Yeaton, 1983).

We conducted a parameter sensitivity analysis and devel-
oped PFT parameterizations with FATES simulations at the
Soaproot Saddle flux tower site (O’Geen et al., 2018). We
evaluated simulated forest composition, model biases, and
environmental controls on coexistence across a regional do-
main that is dominated by the combination of pine (pon-
derosa, Jeffrey, and sugar) and incense cedar according to
data produced by the Landscape Ecology, Modeling and
Mapping Analysis (LEMMA) project (Ohmann et al., 2011)
(Fig. 1).

2.3 Trait data

We compiled a database of trait observations by tree
species, starting with the TRY database (Kattge et
al., 2011) and supplementing with data from addi-
tional literature where necessary (included in data archive
https://doi.org/10.6078/D15M5X). To limit variability in
trait values resulting from diverse geographic locations, we
focused our literature search on California, and 72 % of the
collected pine and cedar trait observations came from studies
conducted in the Sierra Nevada. The remaining observations
were from elsewhere in the western US. We queried existing
databases for allometric observations (Jenkins et al., 2004;
Chojnacky et al., 2014; Falster et al., 2015).

2.4 Experimental design and analysis

Our approach combines observations of plant traits and
changes in forest composition under different disturbance
scenarios with ensembles of model simulations to select ro-
bust parameterizations (Fig. 1). After an initial parameter
sensitivity analysis, we filter an ensemble of potential PFT
parameterizations based on ecological criteria at a single site.
We then evaluate simulated forest composition in the en-
semble of retained parameterizations across a regional do-

Figure 1. Overview of our workflow for developing and apply-
ing PFT parameterizations. We suggest sampling with relative trait
value constraints to create the initial ensemble of potential PFT pa-
rameterizations. An initial sensitivity analysis may be necessary if
applying the VDM in a new ecosystem. Ecological expectations
are developed according to understanding of the climate and distur-
bance controls on coexistence in that ecosystem. These expectations
are used to filter the simulation outcome, thereby retaining PFT pa-
rameterizations that conform to their intended ecological niches.
The retained parameterizations are applied to a regional domain to
evaluate model performance, model biases, and environmental con-
trols, which can indicate potential for improvements to PFT def-
initions or forcing data, or representation of processes within the
model. Retaining an ensemble of parameterizations allows for quan-
tification of uncertainty in simulated outcomes due to variability in
trait observations.

main and explore model biases and environmental controls
on composition and PFT-specific vital rates to suggest av-
enues for improving simulated forest composition.

All FATES simulations were forced with 4× 4 km spatial
resolution daily climate data from 1979–2009 (Abatzoglou,
2013) disaggregated to 3-hourly intervals (Rupp and Buotte,
2020). Soil texture and organic carbon content were taken
from the best available soils data for our domain, as described
in Buotte et al. (2019), and, due to a lack of adequate spatially
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resolved soil data and no representation of root access to re-
golith water sources in FATES, soil depth was set to 10 m for
all grid cells (O’Geen et al., 2018; Klos et al., 2018).

Because FATES had not been previously exercised in the
temperate mixed-conifer forest, we assessed the sensitivity of
simulated coexistence to 46 PFT trait and model parameters
(Table S1). We defined two hypothetical PFTs with trait val-
ues (Table S1) drawn from distributions of trait observations
of all conifer species present at the flux tower site (SI trait
database) to create a 720-member ensemble of FATES pa-
rameterizations. We randomly sampled the parameter space
based on Latin hypercube sampling. We first divided each
parameter range into intervals with equal probability and
randomly sampled values from these intervals. We then or-
dered the sampled parameter values to maintain specified
rank correlation between different parameters (Xu and Gert-
ner, 2007; Iman and Conover, 1982). The rank correlation
matrix was calculated based on observed trait values for the
PFT. Samples for each parameter were drawn from a distri-
bution defined by the observations such that pairings of sam-
ples between parameters maintain the specified rank correla-
tion (Iman and Conover, 1982). Some parameters, such as the
target carbon allocated to storage reserves, are not observ-
able; others are observable but regionally specific data are
scarce or non-existent. For such parameters, ranges were de-
termined based on previous sensitivity studies (Fisher et al.,
2015; Koven et al., 2020; Massoud et al., 2019). We started
these simulations from bare ground and ran the ensemble for
100 years with fire active, recycling the 1979–2009 climate
forcing.

We quantified composition as the ratio of the basal area
of PFT #1 to the total basal area. This ratio therefore varies
between 0, indicating complete PFT #2 dominance, to 1, in-
dicating complete PFT #1 dominance. We used univariate,
non-linear generalized additive models to quantify the vari-
ance in composition explained by the differences between
PFT #1 and PFT #2 parameter values. Because each param-
eter is varied over its full range of realistic values, variable
importance as measured by R2 (coefficient of determination
or variance explained) is also a measure of parameter sensi-
tivity.

Next, we created an ensemble of parameterizations for
a shade-intolerant, fire-resistant pine and a shade-tolerant,
drought-tolerant, less fire-resistant incense cedar (Table S1).
The parameter sensitivity results, along with the availability
of observations, informed our decision of which trait param-
eters to vary. We varied eight trait parameters to capture the
differences in these two ecological strategies. We represented
plant response to the light environment with four trait param-
eters: the specific leaf area at the top of the canopy (SLAtop),
the maximum possible specific leaf area (SLAmax), the maxi-
mum rate of carboxylation (Vc,max), and leaf nitrogen (leafN),
which affects leaf respiration in FATES. The soil matric po-
tential at which stomata close (SMPSC) controlled drought
tolerance and bark thickness (bark) controlled fire resistance.

We varied two additional trait parameters, leaf lifespan (leaf
life) and wood density (wood den), that differ between these
two strategies (Niinemets, 2010; Kozlowski and Pallardy,
1997) but are not easily tied to light availability, water avail-
ability, or fire resistance in FATES.

We constrained the eight trait parameter values to the dis-
tributions of observations of pine and incense cedar (Ta-
ble S1), as opposed to the full range of conifer trait values
as in the 720-member ensemble used in the parameter sen-
sitivity analysis. All other trait parameters were held con-
stant between the two PFTs as the mean of the combined
pine and cedar observations. Although some of these trait
parameters were found to be influential (e.g., allometric pa-
rameters), observations were insufficient to distinguish be-
tween pine and incense cedar. Non-trait model parameters
were set based on previous research with FATES (Table S1).
Following the same sampling methods that maintain rank
correlation between trait parameters as above, we created a
360-member ensemble of PFT parameterizations. We ran this
ensemble for 100 years for a total of four scenarios: from
bare ground and from initialized stands, with fire both ac-
tive and inactive. Initialized stands began with an even pro-
portion of pine and cedar, with the size structure based on
census data from the flux tower site (included in data archive
https://doi.org/10.6078/D15M5X).

Observations allow us to devise ecological criteria, or ex-
pectations, for how the composition of trees with these two
ecological strategies should respond to disturbance. To en-
sure the PFT definitions represented the intended ecologi-
cal strategies, we filtered the ensemble of parameterizations
based on eight criteria. In the mixed-conifer forest of the
Sierra Nevada, pine dominates when fire is present on the
landscape (North et al., 2016) and incense cedar increases
in dominance when fire is excluded (Dolanc et al., 2014a, b).
From these observations we created six criteria based on pine
and incense cedar basal area according to initial conditions
and the presence of fire (Table 1). We included two criteria
based on observations of leaf area index and carbon use effi-
ciency (Table 1). We filtered the 360-member ensemble and
retained ensemble members that met all eight criteria.

Shade-tolerant trees tend to have lower maximum rates of
carboxylation (Vc,max), lower dark respiration rates, higher
specific leaf area (SLA), and longer leaf lifespan than shade-
intolerant trees (Kozlowski and Pallardy, 1997; Niinemets,
2010). However, filtering the 360-member ensemble retained
only one parameterization that preserved these relative trait
parameter values for pine and incense cedar.

We therefore created a 72-member ensemble of pine and
incense cedar parameterizations using the same eight trait
parameters varied in the 360-member ensemble but further
constrained to enforce the appropriate relative differences be-
tween these functional types (Table S1, Fig. 1). Parameter
values were drawn from pine and incense cedar trait obser-
vation distributions that were centered on the filtered parame-
terization from the 360-member ensemble, spanned one stan-
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Table 1. Ecologically expected outcomes for each disturbance (fire on vs. off) and initial condition (bare ground vs. initialized stands) sce-
nario for FATES simulations at the Soaproot Saddle site in the Sierra Nevada of California. BA= basal area; NPP= net primary productivity.

FATES scenario Expected conditions Time period/ References
simulation duration

Bare ground start, fire on Pine BA > cedar BA
Pine NPP > 0
Cedar NPP > 0

After 100 years Dolanc et al. (2014a, b)
Soaproot Saddle census data

Bare ground start, fire off Cedar BA > cedar BA from bare ground with fire on
pine BA < Pine BA from bare ground with fire on
Pine NPP > 0
Cedar NPP > 0

After 100 years Dolanc et al.(2014a, b)
Soaproot Saddle census data

Initialized start, fire on Pine BA > cedar BA
Pine NPP > 0
Cedar NPP > 0

After 100 years Dolanc et al. (2014a, b)
Soaproot Saddle census data

Initialized start, fire off Cedar BA > cedar BA from initialized with fire on
Pine BA < pine BA from initialized with fire on
Pine NPP > 0
Cedar NPP > 0

After 100 years Dolanc et al. (2014a, b)
Soaproot Saddle census data

LAI within 2–3 Average 2009–2011 MODIS

0.32 < carbon use efficiency < 0.58 After 100 years DeLucia et al. (2007)

dard deviation of the mean, maintained between-trait corre-
lations, and retained the appropriate relative differences be-
tween pine and incense cedar traits. This ensemble was run
for 100 years for each of the four scenarios of initial stand
conditions and fire at the flux tower site. The results were fil-
tered based on the eight criteria in Table 1 to identify the pine
and incense cedar parameterizations most consistent with the
eight expected ecological outcomes. This filtering retained
four plausible parameterizations. We evaluated these four pa-
rameterizations against monthly gross primary productivity
(GPP) and evapotranspiration (ET) fluxes from tower mea-
surements over a 43 month period from July 2010 through
January 2014 (O’Geen et al., 2018). These simulations were
initialized with stand composition and structure according to
the site conditions in 2010.

To evaluate performance of these parameterizations across
a wide range of environmental conditions, we ran the four
plausible parameterizations across our regional domain from
bare ground with fire on for 100 years. We compared the sim-
ulated ratio of pine basal area to total basal area (hereafter re-
ferred to as pine fraction) with the LEMMA data (Ohmann et
al., 2011) and evaluated area burned with data from the Mon-
itoring Trends in Burn Severity (MTBS) data (Eldenshink et
al., 2007). We classified each FATES grid cell as having a
reasonable pine fraction if it was within one standard devi-
ation of the mean of the 30 m LEMMA grid cells encom-
passed by the FATES grid cell. We compared simulated and
observed annual area burned over the domain with probabil-
ity density functions and boxplots of each distribution.

We evaluated model biases as the binary correct/not cor-
rect response as a multivariate, non-linear function of aver-
age annual temperature, total annual precipitation, and sim-

ulated annual area burned. Climate variables were averaged
over the range of climate forcing data, 1979–2009, for each
4 km grid cell. We evaluated the environmental controls on
simulated forest composition across the mixed-conifer for-
est type in the Sierra Nevada. We statistically modeled the
pine fraction as a multivariate, non-linear function of annual
precipitation, average annual temperature, and soil charac-
teristics (percent sand, clay, and organic carbon). All statisti-
cal analyses were performed using the mgcv package (Wood,
2011) in R version 3.6.2 (R Core Team, 2019).

3 Results

3.1 Sensitivity of PFT composition to trait and model
parameters

Coexistence between two hypothetical conifer PFTs was
most influenced by trait parameters controlling gross primary
productivity and carbon allocation, as controlled in part by
allometry (Fig. S1). Allometric parameters and wood den-
sity set the growth rates of stem diameter and thus tree height
growth per unit of biomass gained. Non-trait model param-
eters controlling the creation of new patches from tree-fall
(Disturb Frac), and height sorting to determine canopy posi-
tion (Comp Excln) were among the least important (Fig. S1).
We used these sensitivity results to focus further analysis on
the influential trait parameters that distinguish pine and cedar
strategies and ensure we held sensitive but observationally
unconstrained parameters constant between the two PFTs.
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Figure 2. Distribution of pine and incense cedar parameter values in a 360-member ensemble (light gray), in which selected values were
constrained by trait correlations and the distributions of observations, and in a 72-member ensemble (dark gray), in which values were
additionally constrained to preserve the appropriate relative values between pine and incense cedar (hatched area). The parameterizations
retained from filtering based on expectations in Table 2 are shown in colors.

3.2 Constraining potential pine and incense cedar PFT
parameterizations

Only one of the 360 ensemble members had the appropri-
ate relative differences in pine and incense cedar trait values
and met all eight ecological criteria. This single ensemble
member was used as the center point for generating the 72-
member ensemble in which the relative trait parameter values
for pine and incense cedar were additionally constrained ac-
cording to the ecological strategies represented by each PFT
(dark gray points in Fig. 2). When between-PFT constraints
were not enforced in sampling the observations, many en-
semble members (light gray points in Fig. 2) fell outside of
the range of relative trait values that represent these two eco-
logical strategies.

Filtering the 72-member ensemble based on ecological cri-
teria with and without fire was critical for selecting param-
eterizations that yielded the correct pine fraction under al-
ternate fire regimes (Fig. 3). While many ensemble mem-
bers (parameterizations) met individual ecological criteria,
four members met all criteria regarding the effects of fire
(Fig. 3) and also were within the range of observed leaf area
index and carbon use efficiency (not shown). After contin-
uing simulations with these four parameterizations for an-
other 100 years, all four still met the ecological criteria.
Because these parameterizations span a range of observed
pine and cedar trait values (Fig. 2), they show differences
in the magnitude of the effect of fire on the pine fraction
(Fig. 4). All four parameterizations show a decrease in pine
fraction when fire is excluded (Fig. 4) and all four have the
appropriate relative trait values (Fig. 2). Simulated monthly

GPP and ET showed moderate agreement with observations
(Fig. S2). Simulations underestimate peak GPP by 14 %–
26 % and overestimate peak ET by 6 %–28 %.

Retaining multiple, plausible PFT definitions allows us to
quantify the uncertainty in simulated outcomes due to vari-
ability in trait observations. For example, when starting from
even stands of pine and incense cedar, variability in observed
traits leads to a 26 %–84 % decline in the total pine fraction
when fire is inactive (Fig. 4). Taking canopy position into ac-
count, variability in observed traits leads to a 24 %–102 %
increase in the fraction of incense cedar in the canopy and
56 %–178 % increase in the understory when fire is inactive
(Fig. 4).

3.3 Evaluation of regional forest composition

When we applied the four-member ensemble of PFT param-
eterizations across the Sierra Nevada mixed-conifer domain,
all four parameterizations simulated reasonable total basal
areas with an average overestimate of 4 %–18 % (Fig. S3).
Seventy-nine percent of all grid cells were classified as hav-
ing the correct (within one standard deviation of observed)
ratio of pine to total basal area in all four simulations (Fig. 5).
In each simulation, over 85 % of the incorrect grid cells un-
derrepresented pine basal area. Annual area burned and fire
size were similar to observations, although FATES lacked
representation of very large fires (Fig. S4). Regression anal-
yses indicated that all four parameterizations underestimated
the pine fraction where precipitation was the lowest (Fig. 6a)
or the area burned was the least (Fig. 6b). The response func-
tions for the other climate and environmental variables had
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Figure 3. Ensemble predictions relative to six of the filters based on ecological expectations listed in Table 2. Each simulation (lines) had
a unique PFT parameterization. Black hatched areas indicate the range of expected outcomes. Colored lines indicate simulations that were
retained and gray lines indicate those excluded after applying all eight filters.

95 % confidence intervals that spanned zero along the entire
range of the independent variable, indicating they were not
reliable predictors of FATES ability to simulate the correct
pine fraction.

3.4 Environmental controls on forest composition

Regional variation in forest composition was most sensitive
to precipitation (Fig. 7a). Pine dominated in the wetter areas,
with extreme incense cedar dominance in the driest areas in
three of the four parameterizations (Fig. 8a). This dominance
was not formally enforced by the eight expectations, but in-
stead emerges from the combination of model dynamics and
the eight enforced expectations. Forest composition was less
sensitive to soil characteristics, but cedar tended to dominate
on soils with higher sand and clay content, and pine on soils
with higher organic matter content (Fig. 8b–d).

Forest composition was sensitive to differences between
pine and incense cedar vital rates (Fig. 7b). PFT differences
in growth rates could be offset by opposing PFT differences
in mortality rates to prevent pine or incense cedar from ex-
cluding the other, and the degree of compensation possi-
ble varied among the four parameterizations (Fig. 9). When
pine growth rates were moderately faster than incense cedar,
higher pine mortality rates allowed incense cedar to persist in

the canopy and understory (Fig. 9). Differences among trait
values in the four parameterizations (Fig. 2) allowed for vary-
ing degrees of compensation between growth and mortality
rates (Fig. 9). PFT differences in growth rates were sensi-
tive to precipitation and temperature (Fig. S5). Pine growth
rates were faster than incense cedar growth rates in wetter
and cooler areas (Fig. S6). Incense cedar growth rates were
faster than pine growth rates in the driest areas, regardless of
temperature (Fig. S6).

Fire was the primary source of mortality across the mixed-
conifer forest domain in all four simulations (Fig. S7). How-
ever, PFT differences in fire mortality rates were less than
PFT differences in carbon starvation mortality rates (Fig. 10),
leading to PFT differences in fire mortality rates having less
influence on regional forest composition than PFT differ-
ences in carbon starvation mortality rates (Fig. 7b). Fire-
caused mortality rates were similar between small pine and
incense cedar trees but higher for incense cedar among larger
trees (Fig. 10a). Pine had higher carbon starvation mortal-
ity rates across all size classes (Fig. 10b). PFT differences
in carbon starvation mortality rates were sensitive to climate
(Fig. S5), with a sharp increase in pine mortality at the lowest
precipitation levels (Fig. S6), where pine growth rates were
much lower than incense cedar (Fig. S6). PFT differences
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Figure 4. Fraction of pine (blue) and incense cedar (red) basal area (inner circle), differentiated by canopy position (outer circle), in simula-
tions at the Soaproot Saddle flux tower site. Each circle shows one of the four parameterizations retained after filtering based on expectations
in Table 1. Simulations were started from even stands and run with fire active (top row) and inactive (bottom row) for 100 years with recycled
1979–2015 climate.

Figure 5. Number of simulations with correct pine fraction, ac-
cording to the LEMMA (Ohmann et al., 2011) dataset, out of four
FATES simulations with plausible pine and incense cedar parame-
terizations.

in fire-caused mortality rates were less sensitive to climate
(Fig. S5).

4 Discussion

4.1 Approach for defining PFTs

Creating PFT definitions that accurately resolve commu-
nity composition is essential for simulating the Earth sys-
tem (Wullschleger et al., 2014). We developed and applied
a novel approach for assuring PFT definitions have high fi-
delity to the emergent properties of their intended ecological
strategies. First we extended the common practice of sam-
pling trait parameter observations based on observed corre-
lations among traits within a PFT (Lebauer et al., 2013) by
incorporating between-PFT parameter constraints. Secondly,
we introduced an ensemble filtering process based on ex-
pected compositional changes in response to alternate initial
conditions and disturbance scenarios and the emergent prop-
erties of leaf area index and carbon use efficiency. Finally,
we evaluated the robustness of the resulting plausible PFT
definitions across a wide range of environmental conditions,
comparing simulations to observationally constrained forest
composition (Ohmann et al., 2011).

Several methods for parameter estimation are commonly
employed, including Bayesian (Lebauer et al., 2013; Raczka
et al., 2018), maximum likelihood (Medvigy et al., 2009),
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Figure 6. Effects of average annual precipitation (a) and simulated average annual area burned (b) on the log-odds of the correct simulated
pine fraction simulated by FATES.

Figure 7. Variance in the fraction of pine basal area relative to the
total basal area of pine and incense cedar that is explained by envi-
ronmental variables (a) and the difference between pine and incense
cedar (pine minus cedar) growth (GR) and mortality rates (MR; b)
for each of four pine and cedar parameterizations over a regional do-
main in the Sierra Nevada mixed-conifer forest, starting from bare
ground and run with fire active for 100 years. Pine fraction was cal-
culated for the final year and rates were averaged over the duration
of the FATES simulations.

and iteration (Hudiburg et al., 2009). However, these meth-
ods do not ensure that simulated composition, even when ac-
curate, is a result of the mechanisms that determine competi-
tive outcomes and drive composition (Williams et al., 2009).
Employing between-PFT parameter constraints and filtering
simulations based on outcomes connects the PFT definitions
to the processes that drive community composition. In the
mixed-conifer forest of the Sierra Nevada, pine dominates
when fire is present on the landscape (North et al., 2016)
and incense cedar increases in dominance when fire is ex-
cluded (Dolanc et al., 2014a, b). This knowledge allows us
to create eight criteria based on pine and incense cedar basal

area according to initial conditions and the presence of fire
(Table 1). We found many PFT parameterizations that met
one of these criteria. However, fewer parameterizations met
all eight criteria. Further filtering based on ecophysiological
constraints (here, carbon use efficiency) and emergent prop-
erties (here, leaf area index) provide additional connections
to field-based understanding of how the ecological strategies
we are representing interact to determine community compo-
sition. It is important to diagnose the model’s ability to simu-
late both forest composition and biogeochemical stocks and
fluxes (Shiklomanov et al., 2020). We evaluated simulations
using the final filtered parameterizations against observations
of GPP and ET; however, these metrics could be applied as
additional filters instead.

Our understanding of the importance of constraining
between-PFT parameter values emerged during the course of
our analysis. Even though the trait parameter values in the
360-member ensemble were drawn from observations sub-
ject to within-PFT trait correlations, filtering retained only
one parameterization with the appropriate relative pine and
incense cedar values across all eight trait parameters. In con-
trast, filtering the 72-member ensemble, in which between-
PFT constraints were applied, resulted in four plausible pa-
rameterizations and allowed us to quantify uncertainty in
simulated forest composition due to variability in trait ob-
servations. A greater proportion of the potential parame-
ters were retained in the 72-member ensemble because the
between-PFT trait constraints ensured pine would respond
to the environment as the less shade-tolerant, less drought-
resistant, and more fire-resistant PFT as compared to incense
cedar. Including between-PFT trait constraints ensures that
the PFT responses to environmental conditions are in accor-
dance with the ecological strategies the PFTs represent. The
process would be more efficient if between-PFT constraints
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Figure 8. Effects of (a) annual precipitation, (b) soil sand content, (c) soil clay content, and (d) soil organic carbon content on the fraction
of pine basal area relative to the total basal area of pine and incense cedar at the end of four FATES simulations started from bare ground
and run with fire active over a regional domain in the Sierra Nevada mixed-conifer forest for 100 years. Each simulation uses one of the four
parameterizations retained after filtering the outcomes of 72 parameterizations run at a single site according to the criteria in Table 1.

were enforced before filtering an ensemble, as depicted by
the center box with heavy outline in Fig. 1.

We developed a set of plausible PFT parameterizations at
a single site and then applied those parameterizations across
a regional domain with variability in climate. Starting with
FATES simulations at a single site allowed us to reduce the
computational cost of simulating hundreds of potential pa-
rameterizations across a larger domain. For reference, CLM-
FATES simulations are approximately 5 to 6 times more
computationally expensive than big-leaf CLM simulations.
Even so, selecting additional site locations stratified by en-
vironmental variables may be beneficial, particularly when
developing more than two PFTs. Evaluating the retained pa-
rameterizations across the regional domain allowed us to use
model biases to determine if the retained parameterizations
were robust across temperature and precipitation gradients
and devise options for improving model performance.

Our approach could be easily applied in other ecosystems,
with ecological expectations and scenarios developed in ac-
cordance with the accumulated knowledge of the controls on

community composition. We suggest conducting an initial
parameter sensitivity analysis to ensure influential parame-
ters can either be estimated based on observations or held
constant. In our 720-member ensemble, trait parameters were
bounded by observations of all conifer species present at the
site, ensuring trait parameters spanned a broad range, and
thus limiting the potential for missing influential parameters
due to a lack of variability. However, a sensitivity analysis
could be run on the ensemble created by sampling with inter-
trait and inter-PFT constraints instead.

Coupling VDMs to Earth system models is providing new
opportunities for global change research (Fisher et al., 2018)
and defining global PFTs is a critical component of this in-
tegration. Current vegetation distributions are the result of
particular sequences of climate, disturbances, and dispersal
events across millennia (Jackson et al., 2009). Therefore,
without observations of realized disturbances (including land
management), and their representation in the model, a global
model may not be able to precisely replicate the spatial pat-
terns of vegetation structure and distribution from observa-
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Figure 9. Effects of differences (pine minus cedar) in (a) canopy and (b) understory growth and mortality rates on the log-odds of pine
dominance, or the fraction of pine basal area to the total basal area of pine and incense cedar, at the end of four FATES simulations started
from bare ground and run with fire active over a regional domain in the Sierra Nevada mixed-conifer forest for 100 years.

tions. Functional relationships among climate, disturbances,
and vegetation distributions may provide a more meaning-
ful benchmark. Our strategy of filtering ensembles of po-
tential parameterizations at single sites and then evaluating
model performance and biases across larger domains would
be an efficient means of arriving at robust global PFT defini-
tions. First, an ensemble of potential PFT definitions would
be created, maintaining the appropriate inter-trait and inter-
PFT correlations. Next, sites could be selected to represent
conditions with known coexistence and known competitive
exclusion among two or more PFTs. It may be useful to strat-
ify sites based on the limitations of temperature, radiation,
and water (Nemani et al., 2003) and to capture distinct dis-
turbance regimes. Ecological expectations would then be de-
veloped for each site–PFT combination to filter the ensemble
of potential PFT definitions. These expectations, and their
implications, depend on the processes and ecological mech-
anisms represented in the model (Medlyn et al., 2015). If, for
example, nutrient limitation has a strong influence on com-
munity composition but is not represented in the model, it
would be important to assess the filtered parameterizations to
understand which mechanisms are compensating to achieve
the expected composition. The filtered parameterizations can
be evaluated across a larger domain with gradients of cli-

mate and soils to determine if additional parameter, or model,
modifications are necessary before investing in global simu-
lations.

4.2 Sierra Nevada forest composition

Enforcing the relative parameter constraints and filtering
based on ecological criteria resulted in PFT definitions that
led to realistic emergent dynamics and forest composition
that met all three of our driving expectations. Given the his-
torical occurrence of seasonal drought and frequent surface
fires in the mixed-conifer forest region of the Sierra Nevada
(North et al., 2016), we expected that the composition of tree
functional types in FATES would be sensitive to parameters
related to shade tolerance, drought tolerance, and fire resis-
tance. Our results described a simulated ecosystem where
forest composition is driven by available light and water and
the presence of fire. Forest composition in FATES was sen-
sitive to differences between the PFTs in specific leaf area,
Vc,max, and leaf respiration, reflecting the importance of the
light environment (Kozlowski and Pallardy, 1997). We found
composition was also sensitive to variation in bark thickness.
Within FATES (following Thonicke et al 2010), thicker bark
provides insulation against cambial damage from fire and
thereby lowers tree mortality due to fire. Unlike in a tropi-
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Figure 10. Pine and incense cedar fire mortality (a) and carbon star-
vation mortality (b) from smallest to largest size classes. Each box
plot shows the annual mortality over 100 years, pooled across the
four FATES simulations with the PFT parameterizations that met
the criteria in Table 2. Boxes bound the first and third quartiles, hor-
izontal lines mark the median and whiskers extend to the max and
min values.

cal forest, composition was not sensitive to parameters that
control patch creation from small-scale disturbances (Koven
et al., 2020), indicating the landscape-scale disturbance from
fire was more important than disturbances such as tree fall.
FATES was not sensitive to differences in the parameter
controlling the soil matric potential at which stomata close
(SMPSC). However, differences in PFT dominance accord-
ing to precipitation and soil characteristics that define the wa-
ter holding capacity indicate water availability affected com-
position.

Simulated between-PFT differences in regional growth
and mortality met our expectations of the influence of the
fire regime and water availability on forest composition and
increased our confidence in FATES’ ability to represent the
ecological dynamics in the Sierra Nevada mixed-conifer for-
est. Our filtering process forced the expected changes in pine
and cedar abundance due to fire. The emergent responses in
growth and mortality, however, were not enforced yet con-
formed to our expectations. When fire is active in the model,
tree mortality from fire should open canopy gaps, increas-
ing light availability and favoring pine (Yeaton, 1983; North
et al., 2016). Conversely, when fire is inactive, the canopy
should close, reducing light availability and favoring incense
cedar (North et al., 2016; Dolanc et al., 2014a). The com-
bination of increasing pine dominance with increasing area
burned and increasing pine dominance with greater differ-
ences between pine and cedar growth rates supports these
expectations. Fire was the dominant source of mortality, with

large incense cedars experiencing relatively greater mortality
from fire than pines did. Our filtering process did not force
the expected pine and cedar dominance along the precipi-
tation gradient. Yet, our regional simulations reflect the ex-
pected drought-tolerance strategies: pine was more dominant
in wetter areas and the pine growth rate was lower and car-
bon starvation mortality rate was higher than incense cedar
in drier areas.

Exploration of model biases across the regional ensemble,
along with analyses of the environmental controls on for-
est composition and between-PFT differences in vital rates
revealed a deficiency in our current simulations with re-
gards to water availability. In all four parameterizations, pine
was underrepresented at the lowest precipitation levels. This
could indicate that, given the range of observed variability
in pine carbon allocation and drought tolerance (DeLucia
et al., 2000), further delineation of a dry pine PFT may be
necessary to simulate this forest type across its full range in
the Sierra Nevada. Another possibility is that variability in
root-depth distributions, in conjunction with improved soil
definitions, may be necessary. Root distributions were held
constant between the pine and cedar PFTs due to a lack of
observations. Recent analysis with FATES at the Soaproot
Saddle site (Ding et al., 2021) indicates that greater root-
ing depth yields higher pine productivity during progressive
drought compared with shallow rooting depth. Alternatively,
this model bias may indicate a structural deficiency in how
drought stress is represented. In our simulations, water stress
is represented with a scaling factor that reduces potential
productivity (Oleson et al., 2013). Incorporating an explicit
representation of the flow of water through the soil–plant–
atmosphere continuum (Christoffersen et al., 2016; Xu et al.,
2016; Meunier et al., 2021) may be necessary to represent
forest dynamics in a climate with strong seasonal drought.
Further iterations of the process of defining PFTs and evalu-
ating model biases with an additional PFT and variable root-
ing parameters could indicate whether improved parameter-
izations or additional model processes are needed to correct
this bias.

Our domain has historically experienced a surface fire
regime (Van de Water and Safford, 2011; North et al., 2016).
Our simulations represented a surface regime with frequent,
small fires in all parameterizations. However, canopy fuels
are not included in the calculations of fire behavior and char-
acteristics, and observations indicate forest composition is
changing in ways that may promote increases in canopy fire
(Menning and Stephens, 2007). Given the important role of
fire in filtering ensemble members, fire behavior algorithms
should be updated to allow for the inclusion of canopy fuels.
As these changes may influence competitive ability, pine and
incense cedar parameterizations may require further updates.
Our approach provides an efficient, albeit computationally
demanding, means of updating PFT definitions as new de-
velopments are incorporated into FATES.
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5 Conclusions

Plant functional type definitions determine the ability of
vegetation demographic models to accurately simulate plant
composition. Traditional means of parameterization, such as
iteration, do not guarantee ecologically robust PFT defini-
tions and can be extremely slow when many parameters in-
teract to determine outcomes. Imposing between-PFT trait
parameter constraints and filtering an ensemble of parame-
terizations based on a discrete set of criteria for outcomes un-
der alternate disturbance or environmental scenarios ensures
that PFTs are representing their intended ecological strate-
gies. We applied this approach to define four plausible PFT
parameterizations for a shade-intolerant, fire-resistant pine
and a shade-intolerant, drought-tolerant, less fire-resistant in-
cense cedar. All four parameterizations produced robust sim-
ulations of forest composition across the mixed-conifer for-
est in the Sierra Nevada. Analyses of parameter sensitivity
and PFT-specific vital rates indicate FATES simulated the ex-
pected interactions among the fire regime and light and water
availability in this ecosystem. This approach could be applied
in any ecosystem or scaled up to define global PFTs. Robust
resolution of community composition will allow us to use
VDMs to address important questions related to future cli-
mate and management effects on forest structure, composi-
tion, and carbon storage and feedbacks within the Earth sys-
tem.

Data availability. Data not otherwise referenced in the text
are available https://doi.org/10.6078/D15M5X (Buottet, 2021a).
Source code for the Community Land Model version used here
is available at https://zenodo.org/badge/latestdoi/344922587 (Buot-
tet, 2021b) and the FATES code is available at https://zenodo.org/
badge/latestdoi/344935673 (Buottet, 2021c).

Supplement. The supplement related to this article is available on-
line at: https://doi.org/10.5194/bg-18-4473-2021-supplement.

Author contributions. PCB, LMK, CDK, and CX designed the re-
search. JS and SL provided code modifications. MLG provided
plot census data. CX performed the trait sampling and PCB per-
formed the modeling and all subsequent analyses. PCB prepared
the manuscript with contributions from all authors.

Competing interests. The authors declare that they have no conflict
of interest.

Disclaimer. Publisher’s note: Copernicus Publications remains
neutral with regard to jurisdictional claims in published maps and
institutional affiliations.

Acknowledgements. Support for this research (or paper) is pro-
vided by the University of California Office of the President, Award
LFT-18-542511: “The Future of California Drought, Fire, and For-
est Dieback”. This research used resources of the National Energy
Research Scientific Computing Center, a DOE Office of Science
User Facility supported by the Office of Science of the U.S. De-
partment of Energy under Contract No. DE-AC02-05CH11231. We
thank Tara Hudiburg for the time on the Cheyenne supercomputer
at the National Center for Atmospheric Research (Computational
and Information Systems Laboratory, 2019) under NSF grant DEB-
1553049; Ryan Knox, Rosie Fisher, Greg Lemieux, and Alex Hall
for helpful discussions that provided ecological and technical in-
sights; and Michael Xiao for creating Fig. 4. Charles D. Koven and
Junyan Ding acknowledge support from the Director, Office of Sci-
ence, Office of Biological and Environmental Research, Regional
and Global Model Analysis Program of the U.S. Department of En-
ergy under Contract DE-AC02-05CH11231 through the Early Ca-
reer Research Program. Jacquelyn K. Shuman was supported as part
of the Next-Generation Ecosystem Experiments – Tropics, funded
by the US Department of Energy, Office of Science, Office of Bio-
logical and Environmental Research.

Financial support. This research has been supported by the Of-
fice of the President, University of California (grant no. LFT-18-
542511).

Review statement. This paper was edited by Kirsten Thonicke and
reviewed by Alexey Shiklomanov and one anonymous referee.

References

Abatzoglou, J. T.: Development of gridded surface meteorological
data for ecological applications and modelling, Int. J. Climatol.,
33, 121–131, https://doi.org/10.1002/joc.3413, 2013.

Adams, H. D., Macalady, A. K., Breshears, D. D., Allen, C. D.,
Stephenson, N. L., Saleska, S. R., Huxman, T. E., and McDow-
ell, N. G.: Climate-induced tree mortality: Earth system conse-
quences, EOS, Transactions of the American Geophysical Union,
91, 153–154, 2010.

Allen, C. D. and Breshears, D. D.: Drought-induced shift of
a forest-woodland ecotone: Rapid landscape response to cli-
mate variation, P. Natl. Acad. Sci. USA, 95, 14839–14842,
https://doi.org/10.1073/pnas.95.25.14839, 1998.

Baudena, M., Dekker, S. C., van Bodegom, P. M., Cuesta, B., Hig-
gins, S. I., Lehsten, V., Reick, C. H., Rietkerk, M., Scheiter, S.,
Yin, Z., Zavala, M. A., and Brovkin, V.: Forests, savannas, and
grasslands: bridging the knowledge gap between ecology and
Dynamic Global Vegetation Models, Biogeosciences, 12, 1833–
1848, https://doi.org/10.5194/bg-12-1833-2015, 2015.

Bonan, G. B.: Forests and climate change: Forcings, feedbacks,
and the climate benefits of forests, Science, 320, 1444–1449,
https://doi.org/10.1126/science.1155121, 2008.

Buotte, P. C., Levis, S., Law, B. E., Hudiburg, T. W., Rupp, D. E.,
and Kent, J. J.: Near-future forest vulnerability to drought and
fire varies across the western United States, Glob. Change Biol.,
25, 290–303, https://doi.org/10.1111/gcb.14490, 2019.

https://doi.org/10.5194/bg-18-4473-2021 Biogeosciences, 18, 4473–4490, 2021

https://doi.org/10.6078/D15M5X
https://zenodo.org/badge/latestdoi/344922587
https://zenodo.org/badge/latestdoi/344935673
https://zenodo.org/badge/latestdoi/344935673
https://doi.org/10.5194/bg-18-4473-2021-supplement
https://doi.org/10.1002/joc.3413
https://doi.org/10.1073/pnas.95.25.14839
https://doi.org/10.5194/bg-12-1833-2015
https://doi.org/10.1126/science.1155121
https://doi.org/10.1111/gcb.14490


4486 P. C. Buotte et al.: Capturing functional strategies and compositional dynamics

Buotte, P. C.: Data in support of capturing functional strategies
and compositional dynamics in vegetation demographic models,
Dryad [data set], https://doi.org/10.6078/D15M5X (last access:
5 March 2021b), 2021a.

Buotte, P. C.: CLM code for BG-2021-54, Zenodo [data set], avail-
able at: https://zenodo.org/record/4586812#.YP7xF25MH-Y,
last access: 5 March 2021b.

Buotte, P. C.: FATES code for BG-2021-54, Zenodo [data
set], available at: https://zenodo.org/record/4586821#
.YP72IW5MH-Y, last access: 5 March 2021c.

Chojnacky, D. C., Heath, L. S., and Jenkins, J. C.: Updated gen-
eralized biomass equations for North American tree species,
Forestry, 87, 129–151, https://doi.org/10.1093/forestry/cpt053,
2014.

Christoffersen, B. O., Gloor, M., Fauset, S., Fyllas, N. M., Gal-
braith, D. R., Baker, T. R., Kruijt, B., Rowland, L., Fisher, R.
A., Binks, O. J., Sevanto, S., Xu, C., Jansen, S., Choat, B., Men-
cuccini, M., McDowell, N. G., and Meir, P.: Linking hydraulic
traits to tropical forest function in a size-structured and trait-
driven model (TFS v.1-Hydro), Geosci. Model Dev., 9, 4227–
4255, https://doi.org/10.5194/gmd-9-4227-2016, 2016.

Condit, R., Engelbrecht, B. M. J., Pino, D., Perez, R., and
Turner, B. L.: Species distributions in response to individ-
ual soil nutrients and seasonal drought across a community
of tropical trees, P. Natl. Acad. Sci. USA, 110, 5064–5068,
https://doi.org/10.1073/pnas.1218042110, 2013.

DeLucia, E. H., Maherali, H., and Carey, E. V.: Climate-driven
changes in biomass allocation in pines, Glob. Change Biol.,
6, 587–593, https://doi.org/10.1046/j.1365-2486.2000.00338.x,
2000.

Dietze, M. C., Serbin, S. P., Davidson, C., Desai, A. R.,
Feng, X. H., Kelly, R., Kooper, R., LeBauer, D., Mantooth,
J., McHenry, K., and Wang, D.: A quantitative assessment
of a terrestrial biosphere model’s data needs across North
American biomes, J. Geophys. Res.-Biogeo., 119, 286–300,
https://doi.org/10.1002/2013jg002392, 2014.

Ding, J., Buotte, P. C., Kueppers, L. M., Shuman, J., Robbins, Z.,
Ma, W., and Koven, C. D.: Impact of plant hydraulics on forest
dynamics and their response to atmospheric CO2 across environ-
mental gradient in a Mediterranean ecosystem, Biogeosciences,
in review, 2021.

Dolanc, C. R., Safford, H. D., Dobrowski, S. Z., and Thorne, J. H.:
Twentieth century shifts in abundance and composition of vege-
tation types of the Sierra Nevada, CA, US, Appl. Veg. Sci., 17,
442–455, https://doi.org/10.1111/avsc.12079, 2014a.

Dolanc, C. R., Safford, H. D., Thorne, J. H., and Dobrowski,
S. Z.: Changing forest structure across the landscape of the
Sierra Nevada, CA, USA, since the 1930s, Ecosphere, 5, 101,
https://doi.org/10.1890/es14-00103.1, 2014b.

Druel, A., Peylin, P., Krinner, G., Ciais, P., Viovy, N., Pere-
gon, A., Bastrikov, V., Kosykh, N., and Mironycheva-Tokareva,
N.: Towards a more detailed representation of high-latitude
vegetation in the global land surface model ORCHIDEE
(ORC-HL-VEGv1.0), Geosci. Model Dev., 10, 4693–4722,
https://doi.org/10.5194/gmd-10-4693-2017, 2017.

Eldenshenk, J., Schwind, B., Brewer, K., Zhu, Z., Quayle, B., and
Howard, S.: A project for monitoring trends in burn severity, Fire
Ecol., 3, 3–21, 2007.

Falster, D. S., Duursma, R. A., Ishihara, M. I., Barneche, D. R.,
Fitzjohn, R. G., Varhammar, A., Aiba, M., Ando, M., Anten,
N., Aspinwall, M. J., Baltzer, J. L., Baraloto, C., Battaglia, M.,
Battles, J. J., Bond-Lamberty, B., van Breugel, M., Camac, J.,
Claveau, Y., Coll, L., Dannoura, M., Delagrange, S., Domec, J.
C., Fatemi, F., Feng, W., Gargaglione, V., Goto, Y., Hagihara, A.,
Hall, J. S., Hamilton, S., Harja, D., Hiura, T., Holdaway, R., Hut-
ley, L. S., Ichie, T., Jokela, E. J., Kantola, A., Kelly, J. W. G.,
Kenzo, T., King, D., Kloeppel, B. D., Kohyama, T., Komiyama,
A., Laclau, J. P., Lusk, C. H., Maguire, D. A., le Maire, G.,
Makela, A., Markesteijn, L., Marshall, J., McCulloh, K., Miy-
ata, I., Mokany, K., Mori, S., Myster, R. W., Nagano, M., Naidu,
S. L., Nouvellon, Y., O’Grady, A. P., O’Hara, K. L., Ohtsuka, T.,
Osada, N., Osunkoya, O. O., Peri, P. L., Petritan, A. M., Poorter,
L., Portsmuth, A., Potvin, C., Ransijn, J., Reid, D., Ribeiro, S. C.,
Roberts, S. D., Rodriguez, R., Saldana-Acosta, A., Santa-Regina,
I., Sasa, K., Selaya, N. G., Sillett, S. C., Sterck, F., Takagi, K.,
Tange, T., Tanouchi, H., Tissue, D., Umehara, T., Utsugi, H.,
Vadeboncoeur, M. A., Valladares, F., Vanninen, P., Wang, J. R.,
Wenk, E., Williams, R., Ximenes, F. D., Yamaba, A., Yamada, T.,
Yamakura, T., Yanai, R. D., and York, R. A.: BAAD: a Biomass
And Allometry Database for woody plants, Ecology, 96, 1445–
1445, https://doi.org/10.1890/14-1889.1, 2015.

Farrior, C. E., Bohlman, S. A., Hubbell, S., and Pacala,
S. W.: Dominance of the suppressed: Power-law size
structure in tropical forests, Science, 351, 155–157,
https://doi.org/10.1126/science.aad0592, 2016.

Fisher, R. A., Muszala, S., Verteinstein, M., Lawrence, P., Xu, C.,
McDowell, N. G., Knox, R. G., Koven, C., Holm, J., Rogers,
B. M., Spessa, A., Lawrence, D., and Bonan, G.: Taking off the
training wheels: the properties of a dynamic vegetation model
without climate envelopes, CLM4.5(ED), Geosci. Model Dev.,
8, 3593–3619, https://doi.org/10.5194/gmd-8-3593-2015, 2015.

Fisher, R. A., Koven, C. D., Anderegg, W. R. L., Christoffersen, B.
O., Dietze, M. C., Farrior, C. E., Holm, J. A., Hurtt, G. C., Knox,
R. G., Lawrence, P. J., Lichstein, J. W., Longo, M., Matheny, A.
M., Medvigy, D., Muller-Landau, H. C., Powell, T. L., Serbin, S.
P., Sato, H., Shuman, J. K., Smith, B., Trugman, A. T., Viskari,
T., Verbeeck, H., Weng, E., Xu, C., Xu, X., Zhang, T., and Moor-
croft, P. R.: Vegetation demographics in Earth System Models: A
review of progress and priorities, Glob. Change Biol., 24, 35–54,
https://doi.org/10.1111/gcb.13910, 2018.

Hudiburg, T., Law, B., Turner, D. P., Campbell, J., Donato, D. C.,
and Duane, M.: Carbon dynamics of Oregon and Northern Cal-
ifornia forests and potential land-based carbon storage, Ecol.
Appl., 19, 163–180, https://doi.org/10.1890/07-2006.1, 2009.

Iman, R. L. and Conover, W. J.: A distribution-free
approach to inducing rank correlation among in-
put variables, Commun. Stat. Pt. B, 11, 311–334,
https://doi.org/10.1080/03610918208812265, 1982.

Jackson, S. T., Betancourt, J. L., Booth, R. K., and Gray, S. T.: Ecol-
ogy and the ratchet of events: Climate variability, niche dimen-
sions, and species distributions, P. Natl. Acad. Sci. USA, 106,
19685–19692, https://doi.org/10.1073/pnas.0901644106, 2009.

Jenkins, J. C., Chojnacky, D. C., Heath, L. S., and Birdsey, R. A.:
Comprehensive database of biomass equations for North Amer-
ican tree species, USDA Forest Service, Newtown Square, PA-
General Technical Report NE-319, 45 pp., 2004.

Biogeosciences, 18, 4473–4490, 2021 https://doi.org/10.5194/bg-18-4473-2021

https://doi.org/10.6078/D15M5X
https://zenodo.org/record/4586812#.YP7xF25MH-Y
https://zenodo.org/record/4586821#.YP72IW5MH-Y
https://zenodo.org/record/4586821#.YP72IW5MH-Y
https://doi.org/10.1093/forestry/cpt053
https://doi.org/10.5194/gmd-9-4227-2016
https://doi.org/10.1073/pnas.1218042110
https://doi.org/10.1046/j.1365-2486.2000.00338.x
https://doi.org/10.1002/2013jg002392
https://doi.org/10.1111/avsc.12079
https://doi.org/10.1890/es14-00103.1
https://doi.org/10.5194/gmd-10-4693-2017
https://doi.org/10.1890/14-1889.1
https://doi.org/10.1126/science.aad0592
https://doi.org/10.5194/gmd-8-3593-2015
https://doi.org/10.1111/gcb.13910
https://doi.org/10.1890/07-2006.1
https://doi.org/10.1080/03610918208812265
https://doi.org/10.1073/pnas.0901644106


P. C. Buotte et al.: Capturing functional strategies and compositional dynamics 4487

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. W., Schoennagel, T., and
Turner, M. G.: Changing disturbance regimes, ecological mem-
ory, and forest resilience, Front. Ecol. Environ., 14, 369–378,
https://doi.org/10.1002/fee.1311, 2016.

Kattge, J., Diaz, S., Lavorel, S., Prentice, C., Leadley, P., Bonisch,
G., Garnier, E., Westoby, M., Reich, P. B., Wright, I. J., Cor-
nelissen, J. H. C., Violle, C., Harrison, S. P., van Bodegom, P.
M., Reichstein, M., Enquist, B. J., Soudzilovskaia, N. A., Ack-
erly, D. D., Anand, M., Atkin, O., Bahn, M., Baker, T. R., Bal-
docchi, D., Bekker, R., Blanco, C. C., Blonder, B., Bond, W. J.,
Bradstock, R., Bunker, D. E., Casanoves, F., Cavender-Bares, J.,
Chambers, J. Q., Chapin, F. S., Chave, J., Coomes, D., Corn-
well, W. K., Craine, J. M., Dobrin, B. H., Duarte, L., Durka,
W., Elser, J., Esser, G., Estiarte, M., Fagan, W. F., Fang, J.,
Fernandez-Mendez, F., Fidelis, A., Finegan, B., Flores, O., Ford,
H., Frank, D., Freschet, G. T., Fyllas, N. M., Gallagher, R. V.,
Green, W. A., Gutierrez, A. G., Hickler, T., Higgins, S. I., Hodg-
son, J. G., Jalili, A., Jansen, S., Joly, C. A., Kerkhoff, A. J.,
Kirkup, D., Kitajima, K., Kleyer, M., Klotz, S., Knops, J. M.
H., Kramer, K., Kuhn, I., Kurokawa, H., Laughlin, D., Lee, T.
D., Leishman, M., Lens, F., Lenz, T., Lewis, S. L., Lloyd, J.,
Llusia, J., Louault, F., Ma, S., Mahecha, M. D., Manning, P.,
Massad, T., Medlyn, B. E., Messier, J., Moles, A. T., Muller, S.
C., Nadrowski, K., Naeem, S., Niinemets, U., Nollert, S., Nuske,
A., Ogaya, R., Oleksyn, J., Onipchenko, V. G., Onoda, Y., Or-
donez, J., Overbeck, G., Ozinga, W. A., Patino, S., Paula, S.,
Pausas, J. G., Penuelas, J., Phillips, O. L., Pillar, V., Poorter,
H., Poorter, L., Poschlod, P., Prinzing, A., Proulx, R., Rammig,
A., Reinsch, S., Reu, B., Sack, L., Salgado-Negre, B., Sardans,
J., Shiodera, S., Shipley, B., Siefert, A., Sosinski, E., Soussana,
J. F., Swaine, E., Swenson, N., Thompson, K., Thornton, P.,
Waldram, M., Weiher, E., White, M., White, S., Wright, S. J.,
Yguel, B., Zaehle, S., Zanne, A. E., and Wirth, C.: TRY – a
global database of plant traits, Glob. Change Biol., 17, 2905–
2935, https://doi.org/10.1111/j.1365-2486.2011.02451.x, 2011.

Kattge, J., Bonisch, G., Diaz, S., Lavorel, S., Prentice, I. C.,
Leadley, P., Tautenhahn, S., Werner, G. D. A., Aakala, T., Abedi,
M., Acosta, A. T. R., Adamidis, G. C., Adamson, K., Aiba, M.,
Albert, C. H., Alcantara, J. M., Alcazar, C. C., Aleixo, I., Ali,
H., Amiaud, B., Ammer, C., Amoroso, M. M., Anand, M., An-
derson, C., Anten, N., Antos, J., Apgaua, D. M. G., Ashman,
T. L., Asmara, D. H., Asner, G. P., Aspinwall, M., Atkin, O.,
Aubin, I., Baastrup-Spohr, L., Bahalkeh, K., Bahn, M., Baker,
T., Baker, W. J., Bakker, J. P., Baldocchi, D., Baltzer, J., Baner-
jee, A., Baranger, A., Barlow, J., Barneche, D. R., Baruch, Z.,
Bastianelli, D., Battles, J., Bauerle, W., Bauters, M., Bazzato,
E., Beckmann, M., Beeckman, H., Beierkuhnlein, C., Bekker, R.,
Belfry, G., Belluau, M., Beloiu, M., Benavides, R., Benomar, L.,
Berdugo-Lattke, M. L., Berenguer, E., Bergamin, R., Bergmann,
J., Carlucci, M. B., Berner, L., Bernhardt-Romermann, M.,
Bigler, C., Bjorkman, A. D., Blackman, C., Blanco, C., Blon-
der, B., Blumenthal, D., Bocanegra-Gonzalez, K. T., Boeckx, P.,
Bohlman, S., Bohning-Gaese, K., Boisvert-Marsh, L., Bond, W.,
Bond-Lamberty, B., Boom, A., Boonman, C. C. F., Bordin, K.,
Boughton, E. H., Boukili, V., Bowman, D., Bravo, S., Brendel,
M. R., Broadley, M. R., Brown, K. A., Bruelheide, H., Brum-
nich, F., Bruun, H. H., Bruy, D., Buchanan, S. W., Bucher, S. F.,

Buchmann, N., Buitenwerf, R., Bunker, D. E., Burger, J., Burras-
cano, S., Burslem, D., Butterfield, B. J., Byun, C., Marques, M.,
Scalon, M. C., Caccianiga, M., Cadotte, M., Cailleret, M., Ca-
mac, J., Camarero, J. J., Campany, C., Campetella, G., Campos,
J. A., Cano-Arboleda, L., Canullo, R., Carbognani, M., Carvalho,
F., Casanoves, F., Castagneyrol, B., Catford, J. A., Cavender-
Bares, J., Cerabolini, B. E. L., Cervellini, M., Chacon-Madrigal,
E., Chapin, K., Chapin, F. S., Chelli, S., Chen, S. C., Chen, A.
P., Cherubini, P., Chianucci, F., Choat, B., Chung, K. S., Chytry,
M., Ciccarelli, D., Coll, L., Collins, C. G., Conti, L., Coomes,
D., Cornelissen, J. H. C., Cornwell, W. K., Corona, P., Coyea,
M., Craine, J., Craven, D., Cromsigt, J., Csecserits, A., Cufar,
K., Cuntz, M., da Silva, A. C., Dahlin, K. M., Dainese, M.,
Dalke, I., Dalle Fratte, M., Anh, T. D. L., Danihelka, J., Dan-
noura, M., Dawson, S., de Beer, A. J., De Frutos, A., De Long, J.
R., Dechant, B., Delagrange, S., Delpierre, N., Derroire, G., Dias,
A. S., Diaz-Toribio, M. H., Dimitrakopoulos, P. G., Dobrowolski,
M., Doktor, D., Drevojan, P., Dong, N., Dransfield, J., Dressler,
S., Duarte, L., Ducouret, E., Dullinger, S., Durka, W., Duursma,
R., Dymova, O., E-Vojtko, A., Eckstein, R. L., Ejtehadi, H.,
Elser, J., Emilio, T., Engemann, K., Erfanian, M. B., Erfmeier,
A., Esquivel-Muelbert, A., Esser, G., Estiarte, M., Domingues, T.
F., Fagan, W. F., Fagundez, J., Falster, D. S., Fan, Y., Fang, J. Y.,
Farris, E., Fazlioglu, F., Feng, Y. H., Fernandez-Mendez, F., Fer-
rara, C., Ferreira, J., Fidelis, A., Finegan, B., Firn, J., Flowers, T.
J., Flynn, D. F. B., Fontana, V., Forey, E., Forgiarini, C., Francois,
L., Frangipani, M., Frank, D., Frenette-Dussault, C., Freschet,
G. T., Fry, E. L., Fyllas, N. M., Mazzochini, G. G., Gachet, S.,
Gallagher, R., Ganade, G., Ganga, F., Garcia-Palacios, P., Gar-
gaglione, V., Garnier, E., Garrido, J. L., de Gasper, A. L., Gea-
Izquierdo, G., Gibson, D., Gillison, A. N., Giroldo, A., Glasen-
hardt, M. C., Gleason, S., Gliesch, M., Goldberg, E., Goldel, B.,
Gonzalez-Akre, E., Gonzalez-Andujar, J. L., Gonzalez-Melo, A.,
Gonzalez-Robles, A., Graae, B. J., Granda, E., Graves, S., Green,
W. A., Gregor, T., Gross, N., Guerin, G. R., Gunther, A., Gutier-
rez, A. G., Haddock, L., Haines, A., Hall, J., Hambuckers, A.,
Han, W. X., Harrison, S. P., Hattingh, W., Hawes, J. E., He, T.
H., He, P. C., Heberling, J. M., Helm, A., Hempel, S., Hentschel,
J., Herault, B., Heres, A. M., Herz, K., Heuertz, M., Hickler, T.,
Hietz, P., Higuchi, P., Hipp, A. L., Hirons, A., Hock, M., Hogan,
J. A., Holl, K., Honnay, O., Hornstein, D., Hou, E. Q., Hough-
Snee, N., Hovstad, K. A., Ichie, T., Igic, B., Illa, E., Isaac, M.,
Ishihara, M., Ivanov, L., Ivanova, L., Iversen, C. M., Izquierdo,
J., Jackson, R. B., Jackson, B., Jactel, H., Jagodzinski, A. M.,
Jandt, U., Jansen, S., Jenkins, T., Jentsch, A., Jespersen, J. R.
P., Jiang, G. F., Johansen, J. L., Johnson, D., Jokela, E. J., Joly,
C. A., Jordan, G. J., Joseph, G. S., Junaedi, D., Junker, R. R.,
Justes, E., Kabzems, R., Kane, J., Kaplan, Z., Kattenborn, T.,
Kavelenova, L., Kearsley, E., Kempel, A., Kenzo, T., Kerkhoff,
A., Khalil, M. I., Kinlock, N. L., Kissling, W. D., Kitajima, K.,
Kitzberger, T., Kjoller, R., Klein, T., Kleyer, M., Klimesova, J.,
Klipel, J., Kloeppel, B., Klotz, S., Knops, J. M. H., Kohyama,
T., Koike, F., Kollmann, J., Komac, B., Komatsu, K., Konig, C.,
Kraft, N. J. B., Kramer, K., Kreft, H., Kuhn, I., Kumarathunge,
D., Kuppler, J., Kurokawa, H., Kurosawa, Y., Kuyah, S., Laclau,
J. P., Lafleur, B., Lallai, E., Lamb, E., Lamprecht, A., Larkin, D.
J., Laughlin, D., Le Bagousse-Pinguet, Y., le Maire, G., le Roux,
P. C., le Roux, E., Lee, T., Lens, F., Lewis, S. L., Lhotsky, B., Li,
Y. Z., Li, X. E., Lichstein, J. W., Liebergesell, M., Lim, J. Y., Lin,

https://doi.org/10.5194/bg-18-4473-2021 Biogeosciences, 18, 4473–4490, 2021

https://doi.org/10.1002/fee.1311
https://doi.org/10.1111/j.1365-2486.2011.02451.x


4488 P. C. Buotte et al.: Capturing functional strategies and compositional dynamics

Y. S., Linares, J. C., Liu, C. J., Liu, D. J., Liu, U., Livingstone,
S., Llusia, J., Lohbeck, M., Lopez-Garcia, A., Lopez-Gonzalez,
G., Lososova, Z., Louault, F., Lukacs, B. A., Lukes, P., Luo, Y.
J., Lussu, M., Ma, S. Y., Pereira, C. M. R., Mack, M., Maire,
V., Makela, A., Makinen, H., Malhado, A. C. M., Mallik, A.,
Manning, P., Manzoni, S., Marchetti, Z., Marchino, L., Marcilio-
Silva, V., Marcon, E., Marignani, M., Markesteijn, L., Martin, A.,
Martinez-Garza, C., Martinez-Vilalta, J., Maskova, T., Mason,
K., Mason, N., Massad, T. J., Masse, J., Mayrose, I., McCarthy,
J., McCormack, M. L., McCulloh, K., McFadden, I. R., McGill,
B. J., McPartland, M. Y., Medeiros, J. S., Medlyn, B., Meerts, P.,
Mehrabi, Z., Meir, P., Melo, F. P. L., Mencuccini, M., Meredieu,
C., Messier, J., Meszaros, I., Metsaranta, J., Michaletz, S. T.,
Michelaki, C., Migalina, S., Milla, R., Miller, J. E. D., Minden,
V., Ming, R., Mokany, K., Moles, A. T., Molnar, V. A., Molof-
sky, J., Molz, M., Montgomery, R. A., Monty, A., Moravcova, L.,
Moreno-Martinez, A., Moretti, M., Mori, A. S., Mori, S., Morris,
D., Morrison, J., Mucina, L., Mueller, S., Muir, C. D., Muller, S.
C., Munoz, F., Myers-Smith, I. H., Myster, R. W., Nagano, M.,
Naidu, S., Narayanan, A., Natesan, B., Negoita, L., Nelson, A.
S., Neuschulz, E. L., Ni, J., Niedrist, G., Nieto, J., Niinemets,
U., Nolan, R., Nottebrock, H., Nouvellon, Y., Novakovskiy, A.,
Nystuen, K. O., O’Grady, A., O’Hara, K., O’Reilly-Nugent, A.,
Oakley, S., Oberhuber, W., Ohtsuka, T., Oliveira, R., Ollerer, K.,
Olson, M. E., Onipchenko, V., Onoda, Y., Onstein, R. E., Or-
donez, J. C., Osada, N., Ostonen, I., Ottaviani, G., Otto, S., Over-
beck, G. E., Ozinga, W. A., Pahl, A. T., Paine, C. E. T., Pakeman,
R. J., Papageorgiou, A. C., Parfionova, E., Partel, M., Patacca,
M., Paula, S., Paule, J., Pauli, H., Pausas, J. G., Peco, B., Penue-
las, J., Perea, A., Peri, P. L., Petisco-Souza, A. C., Petraglia, A.,
Petritan, A. M., Phillips, O. L., Pierce, S., Pillar, V. D., Pisek,
J., Pomogaybin, A., Poorter, H., Portsmuth, A., Poschlod, P.,
Potvin, C., Pounds, D., Powell, A. S., Power, S. A., Prinzing,
A., Puglielli, G., Pysek, P., Raevel, V., Rammig, A., Ransijn, J.,
Ray, C. A., Reich, P. B., Reichstein, M., Reid, D. E. B., Rejou-
Mechain, M., de Dios, V. R., Ribeiro, S., Richardson, S., Riibak,
K., Rillig, M. C., Riviera, F., Robert, E. M. R., Roberts, S., Ro-
broek, B., Roddy, A., Rodrigues, A. V., Rogers, A., Rollinson,
E., Rolo, V., Romermann, C., Ronzhina, D., Roscher, C., Rosell,
J. A., Rosenfield, M. F., Rossi, C., Roy, D. B., Royer-Tardif, S.,
Ruger, N., Ruiz-Peinado, R., Rumpf, S. B., Rusch, G. M., Ryo,
M., Sack, L., Saldana, A., Salgado-Negret, B., Salguero-Gomez,
R., Santa-Regina, I., Santacruz-Garcia, A. C., Santos, J., Sardans,
J., Schamp, B., Scherer-Lorenzen, M., Schleuning, M., Schmid,
B., Schmidt, M., Schmitt, S., Schneider, J. V., Schowanek, S. D.,
Schrader, J., Schrodt, F., Schuldt, B., Schurr, F., Garvizu, G. S.,
Semchenko, M., Seymour, C., Sfair, J. C., Sharpe, J. M., Shep-
pard, C. S., Sheremetiev, S., Shiodera, S., Shipley, B., Shovon,
T. A., Siebenkas, A., Sierra, C., Silva, V., Silva, M., Sitzia, T.,
Sjoman, H., Slot, M., Smith, N. G., Sodhi, D., Soltis, P., Soltis,
D., Somers, B., Sonnier, G., Sorensen, M. V., Sosinski, E. E.,
Soudzilovskaia, N. A., Souza, A. F., Spasojevic, M., Sperandii,
M. G., Stan, A. B., Stegen, J., Steinbauer, K., Stephan, J. G.,
Sterck, F., Stojanovic, D. B., Strydom, T., Suarez, M. L., Sven-
ning, J. C., Svitkova, I., Svitok, M., Svoboda, M., Swaine, E.,
Swenson, N., Tabarelli, M., Takagi, K., Tappeiner, U., Tarifa,
R., Tauugourdeau, S., Tavsanoglu, C., te Beest, M., Tedersoo,
L., Thiffault, N., Thom, D., Thomas, E., Thompson, K., Thorn-
ton, P. E., Thuiller, W., Tichy, L., Tissue, D., Tjoelker, M. G.,

Tng, D. Y. P., Tobias, J., Torok, P., Tarin, T., Torres-Ruiz, J. M.,
Tothmeresz, B., Treurnicht, M., Trivellone, V., Trolliet, F., Trot-
siuk, V., Tsakalos, J. L., Tsiripidis, I., Tysklind, N., Umehara,
T., Usoltsev, V., Vadeboncoeur, M., Vaezi, J., Valladares, F., Va-
mosi, J., van Bodegom, P. M., van Breugel, M., Van Cleemput,
E., van de Weg, M., van der Merwe, S., van der Plas, F., van der
Sande, M. T., van Kleunen, M., Van Meerbeek, K., Vanderwel,
M., Vanselow, K. A., Varhammar, A., Varone, L., Valderrama, M.
Y., Vassilev, K., Vellend, M., Veneklaas, E. J., Verbeeck, H., Ver-
heyen, K., Vibrans, A., Vieira, I., Villacis, J., Violle, C., Vivek,
P., Wagner, K., Waldram, M., Waldron, A., Walker, A. P., Waller,
M., Walther, G., Wang, H., Wang, F., Wang, W. Q., Watkins, H.,
Watkins, J., Weber, U., Weedon, J. T., Wei, L. P., Weigelt, P., Wei-
her, E., Wells, A. W., Wellstein, C., Wenk, E., Westoby, M., West-
wood, A., White, P. J., Whitten, M., Williams, M., Winkler, D.
E., Winter, K., Womack, C., Wright, I. J., Wright, S. J., Wright,
J., Pinho, B. X., Ximenes, F., Yamada, T., Yamaji, K., Yanai, R.,
Yankov, N., Yguel, B., Zanini, K. J., Zanne, A. E., Zeleny, D.,
Zhao, Y. P., Zheng, J. M., Zheng, J., Zieminska, K., Zirbel, C. R.,
Zizka, G., Zo-Bi, I. C., Zotz, G., Wirth, C., and Nutrient, N.: TRY
plant trait database – enhanced coverage and open access, Glob.
Change Biol., 26, 119–188, https://doi.org/10.1111/gcb.14904,
2020.

Kelly, A. E. and Goulden, M. L.: Rapid shifts in plant distribution
with recent climate change, P. Natl. Acad. Sci. USA, 105, 11823–
11826, https://doi.org/10.1073/pnas.0802891105, 2008.

Klos, P. Z., Goulden, M. L., Riebe, C. S., Tague, C. L., O’Geen,
A. T., Flinchum, B. A., Safeeq, M., Conklin, M. H., Hart, S. C.,
Berhe, A. A., Hartsough, P. C., Holbrook, W. S., and Bales, R. C.:
Subsurface plant-accessible water in mountain ecosystems with
a Mediterranean climate, Wiley Interdisciplinary Reviews-Water,
5, e1277, https://doi.org/10.1002/wat2.1277, 2018.

Koven, C. D., Knox, R. G., Fisher, R. A., Chambers, J. Q., Christof-
fersen, B. O., Davies, S. J., Detto, M., Dietze, M. C., Fay-
bishenko, B., Holm, J., Huang, M., Kovenock, M., Kueppers,
L. M., Lemieux, G., Massoud, E., McDowel, N. G., Muller-
Landau, H. C., Needham, J. F., Norby, R. J., Powell, T., Rogers,
A., Serbin, S. P., Shuman, J. K., Swann, A. L. S., Varadharajan,
C., Walker, A. P., Wright, S. J., and Xu, C.: Benchmarking and
parameter sensitivity of physiological and vegetation dynamics
using the Functionally Assembled Terrestrial Ecosystem Simula-
tor (FATES) at Barro Colorado Island, Panama, Biogeosciences,
17, 3017–3044, https://doi.org/10.5194/bg-17-3017-2020, 2020.

Kozlowski, T. T. and Pallardy, S. G.: Growth control in woody
plants, Growth control in woody plants, Academic Press, San
Diego, ISBN 978-0-12-424210-4, https://doi.org/10.1016/B978-
0-12-424210-4.X5000-1, 1997.

Lawrence, D. M., Fisher, R. A., Koven, C. D., Oleson, K. W., Swen-
son, S. C., Bonan, G., Collier, N., Ghimire, B., van Kampen-
hout, L., Kennedy, D., Kluzek, E., Lawrence, P. J., Li, F., Li,
H. Y., Lombardozzi, D., Riley, W. J., Sacks, W. J., Shi, M. J.,
Vertenstein, M., Wieder, W. R., Xu, C. G., Ali, A. A., Badger,
A. M., Bisht, G., van den Broeke, M., Brunke, M. A., Burns,
S. P., Buzan, J., Clark, M., Craig, A., Dahlin, K., Drewniak, B.,
Fisher, J. B., Flanner, M., Fox, A. M., Gentine, P., Hoffman,
F., Keppel-Aleks, G., Knox, R., Kumar, S., Lenaerts, J., Leung,
L. R., Lipscomb, W. H., Lu, Y. Q., Pandey, A., Pelletier, J. D.,
Perket, J., Randerson, J. T., Ricciuto, D. M., Sanderson, B. M.,
Slater, A., Subin, Z. M., Tang, J. Y., Thomas, R. Q., Martin,

Biogeosciences, 18, 4473–4490, 2021 https://doi.org/10.5194/bg-18-4473-2021

https://doi.org/10.1111/gcb.14904
https://doi.org/10.1073/pnas.0802891105
https://doi.org/10.1002/wat2.1277
https://doi.org/10.5194/bg-17-3017-2020
https://doi.org/10.1016/B978-0-12-424210-4.X5000-1
https://doi.org/10.1016/B978-0-12-424210-4.X5000-1


P. C. Buotte et al.: Capturing functional strategies and compositional dynamics 4489

M. V., and Zeng, X. B.: The Community Land Model Version
5: Description of New Features, Benchmarking, and Impact of
Forcing Uncertainty, J. Adv. Model. Earth Syst., 11, 4245–4287,
https://doi.org/10.1029/2018ms001583, 2019.

Lebauer, D. S., Wang, D., Richter, K. T., Davidson, C. C., and
Dietze, M. C.: Facilitating feedbacks between field measure-
ments and ecosystem models, Ecol. Monogr., 83, 133–154,
https://doi.org/10.1890/12-0137.1, 2013.

Li, F., Levis, S., and Ward, D. S.: Quantifying the role of fire in
the Earth system – Part 1: Improved global fire modeling in the
Community Earth System Model (CESM1), Biogeosciences, 10,
2293–2314, https://doi.org/10.5194/bg-10-2293-2013, 2013.

Massoud, E. C., Xu, C. G., Fisher, R. A., Knox, R. G., Walker, A. P.,
Serbin, S. P., Christoffersen, B. O., Holm, J. A., Kueppers, L. M.,
Ricciuto, D. M., Wei, L., Johnson, D. J., Chambers, J. Q., Koven,
C. D., McDowell, N. G., and Vrugt, J. A.: Identification of
key parameters controlling demographically structured vegeta-
tion dynamics in a land surface model: CLM4.5(FATES), Geosci.
Model Dev., 12, 4133–4164, https://doi.org/10.5194/gmd-12-
4133-2019, 2019.

Medlyn, B. E., Zaehle, S., De Kauwe, M. G., Walker, A. P., Di-
etze, M. C., Hanson, P. J., Hickler, T., Jain, A. K., Luo, Y. Q.,
Parton, W., Prentice, I. C., Thornton, P. E., Wang, S. S., Wang,
Y. P., Weng, E. S., Iversen, C. M., McCarthy, H. R., Warren, J.
M., Oren, R., and Norby, R. J.: Using ecosystem experiments
to improve vegetation models, Nat. Clim. Change, 5, 528–534,
https://doi.org/10.1038/nclimate2621, 2015.

Medvigy, D., Wofsy, S. C., Munger, J. W., Hollinger, D. Y.,
and Moorcroft, P. R.: Mechanistic scaling of ecosystem func-
tion and dynamics in space and time: Ecosystem Demogra-
phy model version 2, J. Geophys. Res.-Biogeo., 114, G01002,
https://doi.org/10.1029/2008jg000812, 2009.

Menning, K. M. and Stephens, S. L.: Fire climbing in the for-
est: A semiqualitative, semiquantitative approach to assess-
ing ladder fuel hazards, West. J. Appl. For., 22, 88–93,
https://doi.org/10.1093/wjaf/22.2.88, 2007.

Meunier, F., Verbeeck, H., Cowdery, B., Schnitzer, S. A., Smith-
Martin, C. M., Powers, J. S., Xu, X. T., Slot, M., De Deur-
waerder, H. P. T., Detto, M., Bonal, D., Longo, M., Santi-
ago, L. S., and Dietze, M.: Unraveling the relative role of
light and water competition between lianas and trees in tropi-
cal forests: A vegetation model analysis, J. Ecol., 109, 519–540,
https://doi.org/10.1111/1365-2745.13540, 2021.

Millar, C. I. and Stephenson, N. L.: Temperate forest health in
an era of emerging megadisturbance, Science, 349, 823–826,
https://doi.org/10.1126/science.aaa9933, 2015.

Moorcroft, P. R., Hurtt, G. C., and Pacala, S. W.: A method for
scaling vegetation dynamics: The ecosystem demography model
(ED), Ecol. Monogr., 71, 557–585, https://doi.org/10.1890/0012-
9615(2001)071[0557:amfsvd]2.0.co;2, 2001.

Nemani, R. R., Keeling, C. D., Hashimoto, H., Jolly, W. M., Piper,
S. C., Tucker, C. J., Myneni, R. B., and Running, S. W.: Climate-
driven increases in global terrestrial net primary production from
1982 to 1999, Science, 300, 1560–1563, 2003.

Niinemets, U.: A review of light interception in plant stands
from leaf to canopy in different plant functional types and in
species with varying shade tolerance, Ecol. Res., 25, 693–714,
https://doi.org/10.1007/s11284-010-0712-4, 2010.

North, M. P., Collins, B., Safford, H., and Stephenson, N.: Montane
Forests, in: Ecosystems of California, edited by: Mooney, H. and
Zavaleta, E., University of California Press, Oakland, CA, 553–
577, 2016.

O’Geen, A., Safeeq, M., Wagenbrenner, J., Stacy, E., Hartsough,
P., Devine, S., Tian, Z. Y., Ferrell, R., Goulden, M., Hopmans,
J. W., and Bales, R.: Southern Sierra Critical Zone Observatory
and Kings River Experimental Watersheds: A Synthesis of Mea-
surements, New Insights, and Future Directions, Vadose Zone J.,
17, 1–18, https://doi.org/10.2136/vzj2018.04.0081, 2018.

Ohmann, J. L., Gregory, M. J., Henderson, E. B., and Roberts, H.
M.: Mapping gradients of community composition with nearest-
neighbour imputation: extending plot data for landscape anal-
ysis, J. Veg. Sci., 22, 660–676, https://doi.org/10.1111/j.1654-
1103.2010.01244.x, 2011.

Oleson, K. W., Lawrence, D. M., Bonan, G. B., Drewniak, B.,
Huang, M., Koven, C. D., Levis, S., Li, F., Riley, W. J., Subin,
Z. M., Swenson, S. C., Thornton, P. E., Bozbiyik, A., Fisher,
R., Kluzek, E., Lamarque, J. F., Leung, L. R., Lipscomb, W.,
Muszala, S., Ricciuto, D. M., Sacks, W., Sun, J., Tang, J., and
Yang, Z.: Technical descriptioin of version 4.5 of the Community
Land Model (CLM), National Center for Atmospheric Research,
Boulder, CO, 422, https://doi.org/10.5065/D6RR1W7M, 2013.

Powell, T. L., Koven, C. D., Johnson, D. J., Faybishenko, B.,
Fisher, R. A., Knox, R. G., McDowell, N. G., Condit, R.,
Hubbell, S. P., Wright, S. J., Chambers, J. Q., and Kueppers,
L. M.: Variation in hydroclimate sustains tropical forest biomass
and promotes functional diversity, New Phytol., 219, 932–946,
https://doi.org/10.1111/nph.15271, 2018.

R Core Team: R: A language and environment for statistical com-
puting. R Foundation for Statistical Computing, Vienna, Austria,
available at: https://www.R-project.org/, last access: 2 March
2019.

Raczka, B., Dietze, M. C., Serbin, S. P., and Davis, K.
J.: What Limits Predictive Certainty of Long-Term Car-
bon Uptake?, J. Geophys. Res.-Biogeos., 123, 3570–3588,
https://doi.org/10.1029/2018jg004504, 2018.

Rupp, D. E. and Buotte, P. C.: NACP: Climate Data In-
puts (3-hourly) for Community Land Model, West-
ern USA, 1979–2015, ORNL DAAC, Oak Ridge, TN,
https://doi.org/10.3334/ORNLDAAC/1682, 2020.

Shiklomanov, A. N., Bond-Lamberty, B., Atkins, J. W.,
and Gough, C. M.: Structure and parameter uncertainty
in centennial projections of forest community structure
and carbon cycling, Glob. Change Biol., 26, 6080–6096,
https://doi.org/10.1111/gcb.15164, 2020.

Stephenson, N. L.: Climatic control of vegetation distribution
– The role of the water-balance, Am. Nat., 135, 649–670,
https://doi.org/10.1086/285067, 1990.

Thonicke, K., Spessa, A., Prentice, I. C., Harrison, S. P., Dong,
L., and Carmona-Moreno, C.: The influence of vegetation, fire
spread and fire behaviour on biomass burning and trace gas emis-
sions: results from a process-based model, Biogeosciences, 7,
1991–2011, https://doi.org/10.5194/bg-7-1991-2010, 2010.

Thorne, J. H., Choe, H., Boynton, R. M., Bjorkman, J., Albright,
W., Nydick, K., Flint, A. L., Flint, L. E., and Schwartz, M.
W.: The impact of climate change uncertainty on California’s
vegetation and adaptation management, Ecosphere, 8, e02021,
https://doi.org/10.1002/ecs2.2021, 2017.

https://doi.org/10.5194/bg-18-4473-2021 Biogeosciences, 18, 4473–4490, 2021

https://doi.org/10.1029/2018ms001583
https://doi.org/10.1890/12-0137.1
https://doi.org/10.5194/bg-10-2293-2013
https://doi.org/10.5194/gmd-12-4133-2019
https://doi.org/10.5194/gmd-12-4133-2019
https://doi.org/10.1038/nclimate2621
https://doi.org/10.1029/2008jg000812
https://doi.org/10.1093/wjaf/22.2.88
https://doi.org/10.1111/1365-2745.13540
https://doi.org/10.1126/science.aaa9933
https://doi.org/10.1890/0012-9615(2001)071[0557:amfsvd]2.0.co;2
https://doi.org/10.1890/0012-9615(2001)071[0557:amfsvd]2.0.co;2
https://doi.org/10.1007/s11284-010-0712-4
https://doi.org/10.2136/vzj2018.04.0081
https://doi.org/10.1111/j.1654-1103.2010.01244.x
https://doi.org/10.1111/j.1654-1103.2010.01244.x
https://doi.org/10.5065/D6RR1W7M
https://doi.org/10.1111/nph.15271
https://www.R-project.org/
https://doi.org/10.1029/2018jg004504
https://doi.org/10.3334/ORNLDAAC/1682
https://doi.org/10.1111/gcb.15164
https://doi.org/10.1086/285067
https://doi.org/10.1002/ecs2.2021


4490 P. C. Buotte et al.: Capturing functional strategies and compositional dynamics

Van de Water, K. M. and Safford, H. D.: A summary of
fire frequency estimates for california vegetation be-
fore euro-american settlement, Fire Ecol., 7, 26–58,
https://doi.org/10.4996/fireecology.0703026, 2011.

Williams, A. P., Allen, C. D., Macalady, A. K., Griffin, D., Wood-
house, C. A., Meko, D. M., Swetnam, T. W., Rauscher, S.
A., Seager, R., Grissino-Mayer, H. D., Dean, J. S., Cook,
E. R., Gangodagamage, C., Cai, M., and McDowell, N. G.:
Temperature as a potent driver of regional forest drought
stress and tree mortality, Nat. Clim. Change, 3, 292–297,
https://doi.org/10.1038/nclimate1693, 2013.

Williams, M., Richardson, A. D., Reichstein, M., Stoy, P. C., Peylin,
P., Verbeeck, H., Carvalhais, N., Jung, M., Hollinger, D. Y.,
Kattge, J., Leuning, R., Luo, Y., Tomelleri, E., Trudinger, C. M.,
and Wang, Y. P.: Improving land surface models with FLUXNET
data, Biogeosciences, 6, 1341–1359, https://doi.org/10.5194/bg-
6-1341-2009, 2009.

Wood, S. N.: Fast stable restricted maximum likelihood and
marginal likelihood estimation of semiparametric generalized
linear models, J. Roy. Stat. Soc. B, 73, 3–36, 2011.

Wullschleger, S. D., Epstein, H. E., Box, E. O., Euskirchen, E. S.,
Goswami, S., Iversen, C. M., Kattge, J., Norby, R. J., van Bode-
gom, P. M., and Xu, X. F.: Plant functional types in Earth system
models: past experiences and future directions for application
of dynamic vegetation models in high-latitude ecosystems, Ann.
Bot.-London, 114, 1–16, https://doi.org/10.1093/aob/mcu077,
2014.

Xie, Y., Wang, X., and Silander, J. A., Jr.: Deciduous forest re-
sponses to temperature, precipitation, and drought imply com-
plex climate change impacts, P. Natl. Acad. Sci. USA, 112,
13585–13590, https://doi.org/10.1073/pnas.1509991112, 2015.

Xu, C. and Gertner, G.: Extending a global sensitivity analysis tech-
nique to models with correlated parameters, Comput. Stat. Data
An., 51, 5579–5590, https://doi.org/10.1016/j.csda.2007.04.003,
2007.

Xu, X. T., Medvigy, D., Powers, J. S., Becknell, J. M., and
Guan, K. Y.: Diversity in plant hydraulic traits explains sea-
sonal and inter-annual variations of vegetation dynamics in
seasonally dry tropical forests, New Phytol., 212, 80–95,
https://doi.org/10.1111/nph.14009, 2016.

Yeaton, R. I.: The successional replacement of ponderosa pine by
sugar pine in the sierra-nevada, B. Torrey Bot. Club, 110, 292–
297, https://doi.org/10.2307/2996181, 1983.

Biogeosciences, 18, 4473–4490, 2021 https://doi.org/10.5194/bg-18-4473-2021

https://doi.org/10.4996/fireecology.0703026
https://doi.org/10.1038/nclimate1693
https://doi.org/10.5194/bg-6-1341-2009
https://doi.org/10.5194/bg-6-1341-2009
https://doi.org/10.1093/aob/mcu077
https://doi.org/10.1073/pnas.1509991112
https://doi.org/10.1016/j.csda.2007.04.003
https://doi.org/10.1111/nph.14009
https://doi.org/10.2307/2996181

	Abstract
	Introduction
	Methods
	Modeling framework
	Study area and forest type
	Trait data
	Experimental design and analysis

	Results
	Sensitivity of PFT composition to trait and model parameters
	Constraining potential pine and incense cedar PFT parameterizations
	Evaluation of regional forest composition
	Environmental controls on forest composition

	Discussion
	Approach for defining PFTs
	Sierra Nevada forest composition

	Conclusions
	Data availability
	Supplement
	Author contributions
	Competing interests
	Disclaimer
	Acknowledgements
	Financial support
	Review statement
	References

