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Stand dynamics and topographic setting influence changes in
live tree biomass over a 34-year permanent plot record in a
subalpine forest in the Colorado Front Range
Rachel K. Chai, Robert A. Andrus, Kyle Rodman, Brian J. Harvey, and Thomas T. Veblen

Abstract: Climate-induced increases in tree mortality are reported for many forests worldwide. Understanding the potential
effects on carbon pools requires long-term monitoring of changes in forest biomass. We measured aboveground biomass (AGB)
of living trees over a 34-year period (1982–2016) in permanent plots with varying stand ages, species compositions, and topo-
graphic settings in a subalpine forest in the Colorado Front Range. Stand-level and species-level AGB varied spatially and
temporally in relation to stand age, successional processes, and site moisture classification. Young (ca. 122 years) postfire stands
composed of lodgepole pine (Pinus contorta var. latifolia Engelm. ex S. Watson) had lower mean AGB than older (>250 years)
mixed-species stands. Mesic stands had higher AGB than xeric or hydric stands of similar age. At the level of individual species,
significant shifts in AGB among species were primarily explained by successional replacement of shade-intolerant pines by
shade-tolerant Engelmann spruce (Picea engelmannii Parry ex Engelm.) and subalpine fir (Abies lasiocarpa (Hook.) Nutt.). The
permanent plot network recorded significant shifts in species dominance and tree densities between 1982 and 2016, reflecting
successional patterns developing over several centuries and the effects of recent localized windthrow, insects, and pathogens.
Despite increases in tree mortality, there was a general pattern of increasing AGB across the forest.

Key words: forest biomass, subalpine forest, permanent plots, forest dynamics, Colorado Front Range.

Résumé : On rapporte une augmentation de la mortalité des arbres en lien avec le climat dans plusieurs forêts un peu partout
dans le monde. Un suivi à long terme des changements dans la biomasse forestière est nécessaire pour comprendre les effets
potentiels des réservoirs de carbone. Nous avons mesuré la biomasse aérienne (BA) des arbres vivants pendant une période de
34 ans (1982–2016) dans des placettes d’échantillonnage permanent représentatives d’une variété d’âges, de compositions en
espèces et de configurations topographiques des peuplements forestiers dans une forêt subalpine située dans le Front Range du
Colorado. La BA à l’échelle du peuplement et de l’espèce variait dans l’espace et dans le temps en relation avec l’âge du
peuplement, les processus successionnels et la classification des stations basée sur l’humidité du sol. Les jeunes (�122 ans)
peuplements issus de feux et composés de pin tordu latifolié (Pinus contorta var. latifolia Engelm. ex S. Watson) avaient une BA plus
faible que les peuplements mixtes plus vieux (>250 ans). Les peuplements établis sur des stations mésiques avaient une plus
grande BA que les peuplements du même âge établis sur des stations xériques ou hydriques. À l’échelle de l’espèce,
d’importantes variations interspécifiques de la BA s’expliquaient principalement par le remplacement successionnel des pins
intolérants à l’ombre par l’épicéa d’Engelmann (Picea engelmannii Parry ex Engelm.) et le sapin subalpin (Abies lasiocarpa (Hook.)
Nutt.), des essences tolérantes à l’ombre. Le réseau de placettes d’échantillonnage permanent a connu des variations importantes
dans la dominance des espèces et la densité des arbres de 1982 à 2016. Ces variations reflètent des patrons successionnels
évoluant sur plusieurs siècles ainsi que les effets récents et localisés des chablis, des insectes et des pathogènes. Malgré
l’augmentation de la mortalité des arbres, la tendance générale allait dans le sens d’un accroissement de la BA à travers la forêt.
[Traduit par la Rédaction]

Mots-clés : biomasse forestière, forêt subalpine, placettes d’échantillonnage permanent, dynamique forestière, Front Range du
Colorado.

Introduction
Recent climate-induced increases in tree mortality have been

documented in forests worldwide and are likely to profoundly
affect aboveground forest biomass and, therefore, carbon storage
(van Mantgem et al. 2009; Allen et al. 2010; Peng et al. 2011;
Williams et al. 2013; Brando et al. 2014). Although rising atmo-
spheric carbon dioxide (CO2) concentrations may favor tree
growth, warmer temperatures may also induce drought stress,
leading to reduced tree growth and increased tree mortality.

These net effects of warmer temperatures on site-specific forest
productivity have proven difficult to predict (Camarero et al. 2015;
Girardin et al. 2016). Whether future forests act as sinks or sources
of carbon will depend on the capacity of new tree recruitment and
tree growth to compensate for losses of trees in the forest over-
story (Hartmann et al. 2018). Research examining the response of
forests to the increasing mortality of overstory trees is needed to
determine the consequences for future species composition and
forest structure, including possible declines in living tree biomass
(Hartmann et al. 2015; Luyssaert and Cornelissen 2018).
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High-elevation forests in the Rocky Mountains of Colorado,
United States (USA), reflect the effects of a warming climate. Re-
search has documented earlier snowmelt and warmer, drier sum-
mers in the subalpine zone of the Colorado Front Range (CFR)
(Clow 2010; McGuire et al. 2012; Kittel et al. 2015; Smith et al. 2015),
a phenomenon also observed across the western USA (Stewart
et al. 2005; Pederson et al. 2011). Previous research conducted in
subalpine forests of the CFR has linked these trends to decreased
primary productivity and increases in the rates of tree mortality
(Hu et al. 2010; Smith et al. 2015). Furthermore, radial tree growth
and seedling establishment in many subalpine forest habitats in
the CFR have been shown to be moisture limited and unfavorably
influenced by warmer temperatures (Villalba et al. 1994; Moyes
et al. 2015; Kueppers et al. 2017; Andrus et al. 2018). Thus, it is
reasonable to expect that the biomass of the CFR subalpine forest
may already be altered in response to the warming climate trend
of the late 20th to early 21st centuries.

Climatic presses and climatic pulses (sensu Harris et al. (2018))
are affecting forest dynamics in the CFR. The current trajectory
towards warmer, drier conditions (climatic press) is affecting tree
mortality and recruitment dynamics in the subalpine forests of
the Southern Rocky Mountains ecoregion (Smith et al. 2015;
Conlisk et al. 2017; Andrus et al. 2018). Likewise, relatively dis-
crete, extreme climatic events (climatic pulses) such as wind-
storms (Veblen et al. 1991; Wohl 2013), droughts (Bigler et al. 2007),
wildfires (Schoennagel et al. 2007), and climate-induced outbreaks
of bark beetles (Chapman et al. 2012; Hart et al. 2014) are well-
documented sources of pulsed increases in tree mortality in
subalpine forests throughout the Southern Rocky Mountains
ecoregion. Substantial empirical evidence and modeling-based
studies indicate that climatic presses and pulses are likely to sig-
nificantly affect future biomass patterns of subalpine forests in
the Southern Rocky Mountains ecoregion (Temperli et al. 2015;
Conlisk et al. 2017; Foster et al. 2018). However, assessment of the
implications of climate-induced changes (due to climatic presses
and pulses) on carbon storage requires better understanding of
how aboveground biomass (AGB) of living trees in forests varies
both spatially in relation to abiotic site factors and temporally in
response to stand dynamics and disturbance events.

In the subalpine forest zone of Colorado (encompassing much
of the Southern Rocky Mountains ecoregion), AGB of living trees
(or a proxy for it such as total stemwood biomass) has been esti-
mated in relatively few studies representing only a limited pro-
portion of the variability in stand ages, species composition, and
topographic settings (e.g., Aplet et al. 1989; Arthur and Fahey 1992;
Binkley et al. 2003; Kueppers and Harte 2005). Site conditions
related to steep gradients of elevation and moisture availability
over short distances have been documented to strongly influence
stand development patterns in subalpine forests in Colorado;
therefore, site factors, as well as stand age, must be explicitly
considered in examining spatial and temporal variation in forest
biomass (Peet 1981). Existing studies in subalpine forests in Colo-
rado provide a wide range of estimates of AGB. For example, esti-
mates from 18 old (>200 years) stands of Engelmann spruce (Picea
engelmannii Parry ex Engelm.) and subalpine fir (Abies lasiocarpa
(Hook.) Nutt.) yielded a range in AGB of 130 to 488 Mg·ha−1 (Binkley
et al. 2003) but did not reveal clear relationships of AGB to poten-
tial drivers such as stand age and topographic setting. Lower mean
AGB is commonly reported for stands composed of lodgepole pine
(Pinus contorta var. latifolia Engelm. ex S. Watson) mixed with En-
gelmann spruce and subalpine fir than AGB reported for old
spruce–fir forests (Arthur and Fahey 1992; Kueppers and Harte
2005; Bradford et al. 2008). However, existing AGB data do not
fully represent the variation in species composition and topo-
graphic settings that define existing models of subalpine forest
community types and successional dynamics across elevation and
topographic-moisture gradients in Colorado (Peet 1981; Aplet et al.
1988; Rebertus et al. 1992; Donnegan and Rebertus 1999). Although

comparable studies examined long-term change in forest compo-
sition and structure (Esser 2015; Bretfeld et al 2016), only a single
study investigated changes in AGB over a multidecadal period
(1984–2013) in subalpine forests in Colorado, and it focused on
mixed-species stands of Engelmann spruce and subalpine fir af-
fected by a severe outbreak of spruce bark beetle (Dendroctonus
rufipennis (Kirby, 1837)) in the early 2000s (Derderian et al. 2016).
Furthermore, the existing studies underrepresent the presence of
young (<150 years) postfire stands, often dominated by lodgepole
pine or limber pine (Pinus flexilis E. James), which are common
throughout the subalpine zone because of widespread fires in the
second half of the 19th century (Sibold and Veblen 2006).

The current study quantifies changes in AGB of living trees over
a 34-year period (1982–2016) using 10 permanent plots located
across a topographically complex subalpine forest landscape. This
research addresses the following questions.

(i) How does stand-level biomass vary across a range of stand
ages and topographic settings?

(ii) How have stand-level and species-specific biomass changes
between 1982 and 2016 been influenced by successional processes?

Methods

Study area
Research was conducted in Colorado at the Niwot Ridge re-

search station and nearby sites located in the Roosevelt National
Forest and the city of Boulder watershed properties on the eastern
slope of the CFR (40°3=20==N, 105°35=22==W; Fig. 1). This area is
characterized by a steep elevational gradient and thus a wide
range of climatic conditions. The dominant tree species on Niwot
Ridge and throughout the subalpine zone of the CFR are Engel-
mann spruce, subalpine fir, lodgepole pine, limber pine, and
quaking aspen (Populus tremuloides Michx.) (Peet 1981; Veblen 1986).
Niwot Ridge is a mid-latitude, high-elevation site in a continental
location and therefore experiences broad variations in diurnal
and seasonal temperatures (McGuire et al. 2012). The mean annual
temperature is 1.98 °C, with mean monthly maximum tempera-
tures of 20.0 °C peaking in July and mean monthly minimum
temperatures reaching a low of −11.4 °C in January (data from C1
climate station at 3048 m above sea level, 1982–2016; McGuire
et al. 2012). Over the period of 1989–2008, July maximum and
minimum temperatures have increased (2 and 1.5 °C per decade,
respectively; McGuire et al. 2012). At these high elevations, precip-
itation primarily occurs as snow from November to April. The
mean annual precipitation is 705 mm (C1 climate data, 1982–2016;
http://niwot.colorado.edu/data/climate/c1-meteorological-data).
Between 1952 and 2010, precipitation declined during warm-
season months of May through September (C1 climate data; Kittel
et al. 2015). Thus, since the mid-20th century, the climate of the
study area has become warmer and drier during the summer
growing season.

Between 1982 and 1986, 10 large, permanent forest inventory
plots were installed across a range of subalpine stand types and
topographic positions (Fig. 1). Plots were established with the in-
tent of including a wide range of stand ages and positions across
elevation and topographic-moisture gradients (sensu Peet (1981))
while avoiding areas that had been logged (Veblen 1986). Six plots
were installed in 1982, one was installed in 1983, and three were
installed in 1986 (Table 1). During plot installation, all live trees
with diameter at breast height (DBH; breast height = 1.37 m)
>4 cm were permanently tagged and identified by species, and
DBH was recorded. Plot size was adjusted according to stand den-
sity to capture a minimum of 215 live trees (Table 1). We classified
site moisture as xeric, mesic, or hydric as inferred from slope
steepness, slope aspect (south-facing being the driest), slope cur-
vature, and percentage of surface occupied by rocks (Villalba et al.
1994; Table 1). For most plots, site moisture classification (Table 1)
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was verified by the responses of tree radial growth to interannual
climatic variability (e.g., wet and cool years are favorable for tree
radial growth at xeric sites, and dry and warm years are favorable
for tree radial growth at hydric sites; Villalba et al. 1994) and by the
measurements of soil moisture during late summer (R. Andrus,
unpublished data). The successional states of the stands as derived
from tree age structures (Veblen 1986; R. Andrus, unpublished
data) are as follows (MRS, mountain research station; BW, Boulder
watershed; BL, Brainard Lake): (i) young (ca. 122 years) postfire
stands of almost exclusively lodgepole pine (plots MRS1, MRS8,
MRS9, and MRS10); (ii) old, seral postfire stands of Engelmann
spruce and subalpine fir intermixed with lodgepole pine and lim-
ber pine (plots BW2, BW3, MRS4, and MRS7); and (iii) pure, old
(>460 years) stands of Engelmann spruce and subalpine fir, con-
sidered to be in compositional equilibrium (sensu Veblen (1992);
plots MRS5 and BL6).

Although bark-beetle activity in surrounding areas of the Front
Range increased starting in the mid-1990s (Chapman et al. 2012),
tree mortality caused by bark beetles was minimal in the 10 per-
manent plots prior to 2008 (Smith et al. 2015). Bark beetles affect-
ing the permanent plots since 2008 include the mountain pine
beetle (MPB; Dendroctonus ponderosae Hopkins, 1902) in lodgepole
pine and limber pine, spruce bark beetle (SBB) in Engelmann
spruce, and western balsam bark beetle (WBBB; Dryocoetes confusus
Swaine, 1912) in subalpine fir. During a census of tree mortality
conducted in 2007, only one tree was observed to have been killed
by MPB and two others were under attack, whereas in the 2010
and 2013 mortality censuses, ca. 0.5% and 1.2% of dead trees, re-
spectively, were killed by bark beetles of different types (mostly
WBBB) and by root rot (Armillaria spp.). The complex of attack by
WBBB, Armillaria root rot, and other fungi is known as “subalpine
fir decline” (SFD) and is a widespread cause of mortality for sub-

Fig. 1. Map of the Niwot Ridge study area in Colorado, showing the location of permanent plots (triangles) and the C1 climate station (circle).
BL, Brainard Lake; BW, Boulder watershed; MRS, mountain research station.

Table 1. Descriptors of the 10 permanent plots based on stand measurements in 2016.

Plot
Year
installed

Plot size
(m2)

Initial tree
density (stems·ha−1)

Tree density
in 2016 (stems·ha−1)

Live basal
area (m2·ha−1)

Oldest tree
(years)

Elevation
(m) Aspect

Slope
(%)

Site moisture
classification

Young postfire stands
MRS1 1982 1134 7336 5758 59.79 122 2898 E 6 xeric
MRS8 1986 648 6111 5262 67.28 122 3023 NE 12 xeric
MRS9 1986 324 6635 5524 64.81 122 3091 SE 11 xeric
MRS10 1986 432 5949 5671 56.25 122 3090 SE 9 xeric

Old, seral postfire stands
BW2 1982 2592 1419 1373 41.24 267 2980 E 2 xeric
BW3 1982 810 3481 3222 87.41 257 2978 NE 3 mesic
MRS4 1982 1944 2644 2520 68.06 357 3171 S 7 mesic
MRS7 1983 2916 1700 1796 50.75 377 3255 S 14 xeric

Old spruce–fir stands
MRS5 1982 2916 1450 1522 52.81 556 3284 S 4 hydric
BL6 1982 1944 2124 1805 56.33 464 3219 NE 4 mesic

Note: MRS, mountain research station; BW, Boulder watershed; BL, Brainard Lake.
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alpine fir in Colorado associated with trees of lower vigor and
warmer, drier climatic conditions (Reich et al. 2016).

Field methods: permanent plot remeasurement
Following the protocol used during initial plot installations

(Veblen 1986), we conducted a complete recensus of all 10 perma-
nent plots during summer 2016. To calculate basal area increment
and biomass of living trees, the DBH values of all live trees with
DBH > 4 cm were measured in 2016. This included stems that grew
from seedlings or saplings into the tree size class and the diameter
growth of trees tagged and measured at the dates of initial plot
installation (Table 1). In addition to measuring DBH of all trees, we
also measured height in each plot using a laser range finder for a
subset of 25–88 trees (>20 trees per species) stratified across the
full range of tree diameters for the one to four tree species present
within each plot.

A mortality census of newly dead trees (i.e., trees that had died
since the previous census) was conducted for each plot at 3-year
intervals from plot installation until 1994 (i.e., 1985, 1988, 1991,
and 1994) and then again in 2007, 2010, and 2013 (Smith et al.
2015). For the current study, mortality was again measured in
2016, and we recorded evidence of mortality agents (e.g., wind
damage, insects, and SFD). In the current study, tree-mortality
data are not reported because they cover only an additional 3-year
period from the previous report on mortality (Smith et al. 2015),
but the observations of cause of tree mortality are used in inter-
preting patterns of biomass changes. Annual examinations of all
the plots revealed only two noteworthy disturbance events since
the date of plot installation: (i) some of the tallest trees in stand
MRS4 were windthrown by a series of winter storms in 2011–2012
that caused widespread treefalls in the northern Front Range
(Wohl 2013) and (ii) SFD caused sharp increases in the numbers of
dead subalpine fir in stand BL6, with minor effects in other stands.

Live AGB estimation and data analysis
Allometric equations for predicting AGB from tree DBH and

height were available for four of the five subalpine tree species

present in the permanent plots (Ung et al. 2008; Supplementary
Table S11). To calculate biomass of limber pine, for which pub-
lished allometric equations were not available, we used equations
for the morphologically similar southwestern white pine (Pinus
strobiformis Engelm.) (Vargas-Larreta et al 2017). Because we col-
lected tree-height data for only a subset of trees in each plot, we
first used a semilogarithmic regression to estimate nonmeasured
tree heights from DBH, as well as tree heights at time of plot
establishment, for each species in each plot (Supplementary
Table S21 and Supplementary Fig. S11). To compute total tree AGB
in megagrams per hectare (Mg·ha−1), we used DBH and height
estimates with species-specific allometric equations for each spe-
cies in each plot for all live trees (DBH ≥ 4 cm) in 1982 and 2016
(Supplementary Table S31). Biomass estimates in 2016 accounted
for recruitment of trees into the tree size class of DBH ≥ 4 cm,
growth of previously surveyed trees, and loss of trees due to tree
mortality. For all species, allometric equations were used to esti-
mate the biomasses of the stemwood, bark, foliage, and branch
components from DBH and height, and these values were then
summed to obtain total biomass (Supplementary Table S11). The
biomass of quaking aspen was not reported because of the low
numbers of the species. The uncertainty of biomass estimation
due to both height allometry and errors in the biomass equations
was quantified using a Monte Carlo approach following Chave
et al. (2004) and Yanai et al. (2010) (Supplementary Table S51).

Stand-level AGB values were compared graphically according to
stand age and site moisture status. We also tested the relation-
ships of stand age (old vs. young) and site moisture classification
(mesic vs. xeric) with biomass values (AGB in 2016) using intraclass
correlation coefficients — indicators of the strength of the rela-
tionship between a categorical predictor and a continuous re-
sponse variable — and a two-way analysis of variance (ANOVA).
Because the hydric stand MRS5 was the only stand in that mois-
ture class, it was not included in the statistical analysis.

1Supplementary data are available with the article through the journal Web site at http://nrcresearchpress.com/doi/suppl/10.1139/cjfr-2019-0023.

Fig. 2. Aboveground biomass (AGB) in 2016 plotted against stand age. Color and symbol shape correlate to site moisture classification and
forest type, respectively.
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Results

Variability in AGB across sites and stand ages
The 10 permanent plots exhibited large differences in live tree

AGB (Fig. 2). The stand-level AGB in 2016 varied from 165 to
214 Mg·ha−1 for the four young postfire stands and from 136 to
322 Mg·ha−1 for the six older stands. On average, the four young
postfire stands of lodgepole pine had lower mean AGBs than the
older stands, including spruce–fir (means of 185 and 214 Mg·ha−1,
respectively; Fig. 2). AGB in the young postfire stands also varied
by site moisture classification: the less xeric stand (MRS8) had the
highest biomass when compared with the three other young post-
fire stands (Fig. 2). We found marked differences in AGB for stands
located adjacent to one another but in contrasting topographic
settings. For example, the xeric stand BW2, located on a rocky
morainal ridge, had a substantially lower AGB than that of BW3 in
an adjacent area of low-lying, concave topography, despite both
having originated from the same fire in ca. 1748 (Fig. 2). Analo-
gously, MRS4 and MRS7 are similarly aged, old postfire stands of
pines mixed with more abundant Engelmann spruce and subal-
pine fir, but the xeric stand MRS7 had a much lower AGB than the
mesic stand MRS4 (Fig. 2). The bog forest at MRS5, despite being
the oldest stand, had one of the lowest AGB values among the six
older stands and contained large water-logged surfaces lacking
any tree cover. In contrast, the mesic stand BL6, on a well-drained
but mesic site, had both higher stand density and higher total AGB
than MRS5 (Fig. 2).

After excluding the hydric stand MRS5 to allow statistical com-
parison of the stands in groups of old vs. young and mesic vs.
xeric, we determined that AGB differed among groups. Median
AGB in 2016 was greater in old stands (216 Mg·ha−1) than in young
stands (184 Mg·ha−1) and was also greater in mesic stands (241 Mg·ha−1)
than in xeric stands (178 Mg·ha−1). AGB was more strongly influ-
enced by site moisture status than by stand age, indicated by
intraclass correlation coefficients of 0.69 and −0.06, respectively
(Supplementary Fig. S21). A two-way ANOVA showed a similar

trend, in which statistical significance (F[2,6] = 5.33, p = 0.047) was
primarily due to the differences between site moisture classes
(p = 0.024). Plots showed less variation in AGB in terms of stand age
(p = 0.39).

Changes in AGB over the period 1982–2016
In eight of the 10 permanent plots, AGB increased between 1982

and 2016 (Fig. 3). For the young stands dominated by lodgepole
pine (MRS1, MRS8, MRS9, and MRS10), stand-level AGB increased
15%–21% between 1982 and 2016 (Fig. 3). These young postfire
stands exhibited 4%–20% (Supplementary Table S31) declines in
trees per hectare between 1982 and 2016; however, they consis-
tently increased in biomass. Most tree mortality was unrelated to
insect activity; insect attack accounted for <1% of the total mor-
tality between 1982 and 2016 for the young postfire stands. The
number of trees in the smallest size classes declined over time,
increasing the proportion of trees in the two largest size classes
(Fig. 4a). Four of the older stands exhibited increases in AGB,
whereas two of the older stands showed declines in AGB (Fig. 3).
The two sites with the greatest increases in AGB were the mesic
stand BW3 and the hydric stand MRS5, which increased by 12.9%
and 18.0%, respectively. The increases in AGB in the xeric stands
BW2 and MRS7 were ≤10%. MRS4 and BL6 experienced declines in
AGB of 1.7% and 8.2%, respectively (Fig. 3).

Changes in AGB for individual species in the six older stands
(Fig. 5) reflect trends in replacement of shade-intolerant pines by
the more shade-tolerant Engelmann spruce and subalpine fir. In
BW2, the number of limber pines in the intermediate and small
size classes declined, whereas the abundance and biomass of
shade-tolerant Engelmann spruce and subalpine fir increased
(Figs. 4b and 5; Supplementary Table S31). In BW3, the adjacent,
similarly aged (ca. 270 years) stand, the increases in abundance
and size of Engelmann spruce and the growth of lodgepole pine
into the class of DBH > 30 cm offset declines in the number of
lodgepole pine in the smaller size classes (Fig. 4b; Supplementary

Fig. 3. Aboveground biomass (AGB) for each plot in 1982 and 2016. Asterisks (*) indicate plots that showed >10% change in biomass between
1982 and 2016.
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Table S31). In BW3, subalpine fir experienced a modest decline
in abundance and AGB. In this stand, moderate- to large-sized
(DBH > 30 cm) lodgepole pine increased in abundance and there-
fore exhibited the highest increase in AGB (Figs. 4b and 5). In

MRS4, the more shade-tolerant Engelmann spruce and subalpine
fir increased in abundance, especially in the moderate and larger
size classes, whereas lodgepole pine declined in most size classes
and disappeared from the smallest size class (Fig. 4b). Although

Fig. 4. Number of trees in diameter at breast height (DBH) classes for (a) young postfire stands of lodgepole pine (MRS1, MRS8, MRS9, and
MRS10); (b) each species in the old, seral stands of spruce, fir, and pine (BW2, BW3, MRS4, and MRS7); and (c) each species in the old spruce–fir
stands (MRS5 and BL6). Bins are in increments of 5, starting at a DBH of 4 cm. See Table 1 for plot sizes.
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the biomasses of Engelmann spruce and subalpine fir increased in
MRS4, total AGB for the entire stand declined, reflecting a 24%
decline in lodgepole pine between 1982 and 2016 (Figs. 3 and 5). In
MRS7, the biomass of Engelmann spruce and subalpine fir in-
creased, whereas the abundance and biomass of the small popu-
lations of lodgepole pine and limber pine declined (Figs. 4b and 5;
Supplementary Table S31).

The two older spruce–fir stands lacking any pines (MRS5 and
BL6) had similar size class distributions to one another, indicating
a continuous pattern of recruitment into all size classes (Fig. 4c).
However, total AGB of the hydric stand MRS5 increased, whereas
total AGB of BL6 declined (Fig. 3). There was a substantial decline
in the abundance and biomass of subalpine fir in BL6 compared
with increases in the abundance and biomass of subalpine fir in
MRS5 (Fig. 4c; Supplementary Table S31).

Discussion

Site- and stand-level variability of biomass across the
subalpine forest zone

In the current study, the observed patterns strongly suggest
that stand-level AGB in subalpine forests of the CFR varied by
stand age and site moisture classification; however, the small
sample sizes precluded demonstration of statistically robust pat-
terns. Given that AGB ranged from 165 to 214 Mg·ha−1 in the four
young postfire stands and the only stand to reach AGB >300 Mg·ha−1

is over 270 years old, attainment of high biomass requires greater
stand age. Variability in site moisture classification associated
with topographic setting also strongly influenced stand biomass.
Among the six older stands, the highest AGB occurred at a mesic
site, whereas lower AGB was associated with xeric and hydric
moisture status. Despite a small number of observations, the two-
way ANOVA indicated nearly significant relationships of AGB
with stand age and site moisture status (p = 0.047). Mesic and old
stands have higher median AGB with a stronger relationship to
site moisture classification than to stand age. In addition, the
recent tree mortality caused by SFD in BL6 reduced AGB in that
stand, which otherwise would have contributed to a stronger re-
lationship of AGB to site moisture status and stand age.

The variability in AGB found in the current study for stands in
different topographic settings is consistent with large differences
in tree basal areas previously reported for different community
types associated with elevation and topographic-moisture gradi-
ents in subalpine forests in Colorado (Peet 1981). Our results imply
that drivers of spatial variability of AGB across larger areas of

subalpine forests require stratification of study areas by commu-
nity and topographic setting. Similarly, the lower mean AGB for
young (e.g., ca. 122 years old) postfire stands vs. the higher mean
for stands older than ca. 250 years implies that estimates of AGB
on a broader scale should also be stratified according to time since
the last stand-replacing fire. Improved understanding of spatial
variation in AGB across the complex subalpine forest landscape
could be enhanced by combining approaches based on remotely
sensed data of biomass loads in relation to complex terrain (e.g.,
Swetnam et al. 2017), with field-based mapping of time since last
the stand-replacing fire (e.g., Sibold and Veblen 2006). Further-
more, existing and additional field-based measurements such as
those in the current study are needed for verification of remotely
sensed estimates of AGB in subalpine forests in complex terrain
and with varying disturbance histories.

Changes in AGB over a 34-year period
Eight of the 10 permanent plots remeasured in the current

study exhibited small to moderate increases in stand-level AGB
over the 1982–2016 period. The overall trend towards increased
live biomass in these stands has occurred despite rising rates of
tree mortality since ca. 2008 in the same permanent plots (Smith
et al. 2015; Chai 2017). Thus, increases in growth of the residual
trees appear to compensate for the recent trend of increasing tree
mortality.

Increased biomass accumulation was observed in both young
(ca. 122 years old) and old (250 to >550 years old) stands. In the four
young postfire stands dominated by lodgepole pine, AGB in-
creased between 1982 and 2016 as intermediate-sized stems grew
into the larger sizes classes and the live tree component of these
stands continued to accumulate biomass. As expected for young
stands in a stem-exclusion stage (sensu Oliver and Larson (1996)),
there was a decline in the number of trees in the smallest size
classes and a general shift towards larger maximum tree sizes that
accounted for increased biomass. Among the six older stands,
four exhibited increases in AGB and two exhibited decreases in
AGB. The declines in stand-level AGB were clearly associated with
a windstorm disturbance that affected MRS4 and the recent SFD-
related mortality of subalpine fir in BL6. The other four old stands
(BW2, BW3, MRS7, and MRS5) exhibited small to moderate (up to
18%) increases in AGB between 1982 and 2016. The old stands with
the highest increases in AGB were hydric and mesic sites (MRS5
and BW3) where the recent trend towards a warmer, drier climate
is less limiting for tree growth (Villalba et al. 1994). Thus, during

Fig. 5. Aboveground biomass (AGB) by species in each of the six old stands in 1982 and 2016. ABLA, subalpine fir; PICO, lodgepole pine; PIEN,
Engelmann spruce; PIFL, limber pine.
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the past several decades of a warming and drying climate on
Niwot Ridge, the most favorable conditions for increased AGB are
associated with mesic and hydric sites.

The changes in biomass observed over the 34-year period in the
current study are compatible with the multidimensional frame-
work proposed by Peet (1981) for characterizing forest develop-
ment patterns in the CFR over a longer term. For example, the
increase in biomass observed in the young postfire stands is con-
sistent with the increasing trend in basal area and biomass postu-
lated for Peet’s (1981) stages 2 and 3 of development of stands
dominated by lodgepole pine. Similarly, the sharp decline in bio-
mass of BL6, a stand with a steady-state tree-size distribution on a
favorable mesic site, is consistent with the wide fluctuations in
biomass in Peet’s (1981) scheme as large trees become susceptible
to fungal infection and insect attack. However, testing of expected
long-term trends in biomass was not feasible because our study
was not designed as a chronosequence study and a 34-year period
is too short for identifying trends over tree life-spans of >400 years.
Nevertheless, our findings reinforce Peet’s (1981) recommendation
that studies of forest biomass must consider the influences of both
site and successional conditions.

Although measurement of total carbon flux was not performed
in the present study, the dominance of the living tree component
in carbon pools and carbon fluxes in similar subalpine forests in
Colorado (Kueppers and Harte 2005) implies that the increases in
AGB of the living trees also increases carbon accumulation. The
continued increases in plot-level AGB for old stands between 1982
and 2016 in the current study, as well as flux-tower measurements
of carbon fluxes in the surrounding forest between 1999 and 2012
(Hu et al. 2010), indicate that at a landscape scale, these forests
have been a carbon sink over the past several decades. Similarly,
the results of the current study are consistent with a comprehen-
sive literature review demonstrating that old forests can continue
to accumulate carbon (i.e., function as carbon sinks; Luyssaert
et al. 2008); however, identifying the expected limits on the ability
of old forests to accumulate more carbon was not an objective of
the current study and clearly needs more research. Relevant to
that research need, our study implies that local-scale topographic
differences (through their impacts on tree growth and biomass
increment) should be considered in assessing forest carbon flux
on a broader scale.

Over the 34-year census period, species-specific changes in bio-
mass were largely explained by successional patterns of stand
development and differential susceptibilities to stand-level dis-
turbance events. The observed changes in size class frequency
distributions for individual tree species were consistent with in-
terpretations and predictions based on previously collected tree
population age structures (Veblen 1986) and Peet’s (1981) general
framework for describing forest development patterns in the CFR.
In the four old, seral postfire stands and two old spruce–fir stands,
the shade-tolerant Engelmann spruce and subalpine fir were rep-
resented by abundant small trees and successively fewer trees in
the larger size classes, which is indicative of continuous recruit-
ment into the main canopy. In contrast, the shade-intolerant lim-
ber pine and lodgepole pine exhibited declines in the number of
trees in the smallest size classes. This finding is consistent with
their successional status when growing in stands mixed with the
shade-tolerant species (Peet 1981; Veblen 1986). Thus, for the four
old, seral postfire stands, there was a consistent trend towards
increased AGB for the shade-tolerant species. Although the num-
bers of lodgepole pine and limber pine in smaller size classes
generally declined across all stands, the net change in AGB for the
shade-intolerant pines was more variable, reflecting differences
among sites in overall size structures and rates of stand develop-
ment. The site-specific changes in forest structure documented in
the current study are also consistent with the results of a 2013
resampling of sites that were first sampled in 1972–1973 in nearby
Rocky Mountain National Park (Esser 2015; Bretfeld et al. 2016).

Although plots in those studies were not exactly relocated be-
cause of a lack of permanent marking, the changes in forest struc-
ture and composition are similar to those shown in the current
study based on remeasuring permanent plots.

Conclusion
Estimates of tree biomass across a range of stand ages and to-

pography in the CFR suggest that stand age and moisture limita-
tions influence spatial patterns of stand-level AGB. On average,
young (ca. 122 years old) postfire stands of lodgepole pine
had lower AGB than both pure spruce–fir stands and
>250-year-old stands of pines mixed with Engelmann spruce and
subalpine fir. Moisture limitations associated with topographic
setting appeared to have a strong influence on stand-level AGB,
reflected by high AGB at mesic sites and lower AGB at the more
extreme xeric or hydric sites.

Substantial shifts in tree size structure distributions and AGB
among species were observed between 1982 and 2016 and were
primarily driven by successional replacement of shade-intolerant
pines by shade-tolerant Engelmann spruce and subalpine fir.
Stand-level AGB generally increased over the 1982–2016 period,
except in stands affected by recent (post-2010) disturbances (i.e.,
windstorms, insects, and fungal pathogens). Despite a documented
trend of rising rates of tree mortality in the plots since 2008, contin-
ued increases in AGB suggest that the growth of residual trees has
compensated for mortality losses. At the stand level during the 1982–
2016 measurement period, the living tree component of these stands
continued to accumulate carbon.

Acknowledgements
We thank Brandon Quick Bear, Logan Barrett, Alexandra Orrego,

Evelyn Flamenco, Joao Fernandes, and Shala Wallace for their re-
search assistance and P. Blanken and H. Barnard for their helpful
comments on an earlier draft of the manuscript. This research
was supported by National Science Foundation (NSF) Award
No. 1262687, the Niwot Ridge Long-Term Ecological Research Proj-
ect (NSF Award No. 1027341), and University of Colorado’s Under-
graduate Research Opportunities Program. We also thank Robert
Peet, an anonymous reviewer, and an anonymous Associate Edi-
tor of the Canadian Journal of Forest Research for comments that
improved the manuscript.

References
Allen, C.D., Macalady, A.K., Chenchouni, H., Bachelet, D., McDowell, N.,

Vennetier, M., et al. 2010. A global overview of drought and heat-induced tree
mortality reveals emerging climate change risks for forests. For. Ecol. Man-
age. 259(4): 660–684. doi:10.1016/j.foreco.2009.09.001.

Andrus, R.A., Harvey, B.J., Chai, R.K., and Veblen, T.T. 2018. Different vital rates
of Engelmann spruce and subalpine fir explain discordance in understory
and overstory dominance. Can. J. For. Res. 48(12): 1554–1562. doi:10.1139/cjfr-
2018-0182.

Aplet, G.H., Laven, R.D., and Smith, F.W. 1988. Patterns of community dynamics
in Colorado Engelmann spruce – subalpine fir forests. Ecology, 69(2): 312–
319. doi:10.2307/1940429.

Aplet, G.H., Smith, F.W., and Laven, R.D. 1989. Stemwood biomass and produc-
tion during spruce–fir stand development. J. Ecol. 77(1): 70–77. doi:10.2307/
2260917.

Arthur, M.A., and Fahey, T.J. 1992. Biomass and nutrients in an Engelmann
spruce – subalpine fir forest in north central Colorado: pools, annual produc-
tion, and internal cycling. Can. J. For. Res. 22(3): 315–325. doi:10.1139/x92-041.

Bigler, C., Gavin, D.G., Gunning, C., and Veblen, T.T. 2007. Drought induces
lagged tree mortality in a subalpine forest in the Rocky Mountains. Oikos,
116(12): 1983–1994. doi:10.1111/j.2007.0030-1299.16034.x.

Binkley, D., Olsson, U., Rochelle, R., Stohlgren, T., and Nikolov, N. 2003. Struc-
ture, production and resource use in some old-growth spruce–fir forests in
the Front Range of the Rocky Mountains, USA. For. Ecol. Manage. 172(2–3):
271–279. doi:10.1016/S0378-1127(01)00794-0.

Bradford, J.B., Birdsey, R.A., Joyce, L.A., and Ryan, M.G. 2008. Tree age, distur-
bance history, and carbon stocks and fluxes in subalpine Rocky Mountain
forests. Glob. Change Biol. 14(12): 2882–2897. doi:10.1111/j.1365-2486.2008.
01686.x.

Brando, P.M., Balch, J.K., Nepstad, D.C., Morton, D.C., Putz, F.E., Coe, M.T., et al.
2014. Abrupt increases in Amazonian tree mortality due to drought–fire

Chai et al. 1263

Published by NRC Research Press

C
an

. J
. F

or
. R

es
. D

ow
nl

oa
de

d 
fr

om
 w

w
w

.n
rc

re
se

ar
ch

pr
es

s.
co

m
 b

y 
U

N
IV

 O
F 

W
A

SH
IN

G
T

O
N

 L
IB

R
A

R
IE

S 
on

 0
1/

19
/2

0
Fo

r 
pe

rs
on

al
 u

se
 o

nl
y.

 

http://dx.doi.org/10.1016/j.foreco.2009.09.001
http://dx.doi.org/10.1139/cjfr-2018-0182
http://dx.doi.org/10.1139/cjfr-2018-0182
http://dx.doi.org/10.2307/1940429
http://dx.doi.org/10.2307/2260917
http://dx.doi.org/10.2307/2260917
http://dx.doi.org/10.1139/x92-041
http://dx.doi.org/10.1111/j.2007.0030-1299.16034.x
http://dx.doi.org/10.1016/S0378-1127(01)00794-0
http://dx.doi.org/10.1111/j.1365-2486.2008.01686.x
http://dx.doi.org/10.1111/j.1365-2486.2008.01686.x


interactions. Proc. Natl. Acad. Sci. 111(17): 6347–6352. doi:10.1073/pnas.
1305499111. PMID:24733937.

Bretfeld, M., Franklin, S.B., and Peet, R.K. 2016. A multiple-scale assessment of
long-term aspen persistence and elevational range shifts in the Colorado
Front Range. Ecol. Monogr. 86(2): 244–260. doi:10.1890/15-1195.1.

Camarero, J.J., Gazol, A., Sangüesa-Barreda, G., Oliva, J., and Vicente-Serrano, S.M. 2015.
To die or not to die: early warnings of tree dieback in response to a severe
drought. J. Ecol. 103(1): 44–57. doi:10.1111/1365-2745.12295.

Chai, R.K. 2017. Influences of stand development and climate on above-ground
biomass in subalpine forest permanent plots in the Colorado Front Range.
M.A. thesis, Department of Geography, University of Colorado, Boulder, Colo.

Chapman, T.B., Veblen, T.T., and Schoennagel, T. 2012. Spatiotemporal patterns
of mountain pine beetle activity in the southern Rocky Mountains. Ecology,
93(10): 2175–2185. doi:10.1890/11-1055.1. PMID:23185879.

Chave, J., Condit, R., Aguilar, S., Hernandez, A., Lao, S., and Perez, R. 2004. Error
propagation and scaling for tropical forest biomass estimates. Philos. Trans.
R. Soc. B, Biol. Sci. 359: 409–420. doi:10.1098/rstb.2003.1425.

Clow, D.W. 2010. Changes in the timing of snowmelt and streamflow in Colo-
rado: a response to recent warming. J. Clim. 23(9): 2293–2306. doi:10.1175/
2009JCLI2951.1.

Conlisk, E., Castanha, C., Germino, M.J., Veblen, T.T., Smith, J.M., and
Kueppers, L.K. 2017. Declines in low-elevation subalpine tree populations
outpace growth in high-elevation populations with warming. J. Ecol. 105(5):
1347–1357. doi:10.1111/1365-2745.12750.

Derderian, D.P., Dang, H., Aplet, G.H., and Binkley, D. 2016. Bark beetle effects
on a seven-century chronosequence of Engelmann spruce and subalpine fir
in Colorado, USA. For. Ecol. Manage. 361: 154–162. doi:10.1016/j.foreco.2015.
11.024.

Donnegan, J.A., and Rebertus, A.J. 1999. Rates and mechanisms of subalpine
forest succession along an environmental gradient. Ecology, 80(4): 1370–
1384. doi:10.1890/0012-9658(1999)080[1370:RAMOSF]2.0.CO;2.

Esser, S. 2015. Topography, disturbance and climate: subalpine forest change
1972–2013, Rocky Mountain National Park, USA. M.Sc. thesis, Colorado State
University, Fort Collins, Colo.

Foster, A.C., Shuman, J.K., Shugart, H.H., and Negron, J. 2018. Modeling the
interactive effects of spruce beetle infestation and climate on subalpine veg-
etation. Ecosphere, 9(10): e02437. doi:10.1002/ecs2.2437.

Girardin, M.P., Bouriaud, O., Hogg, E.H., Kurz, W., Zimmerman, N.E.,
Metsaranta, J.M., et al. 2016. No growth stimulation of Canada’s boreal forest
under half-century of combined warming and CO2 fertilization. Proc. Natl.
Acad. Sci. 113 (52): E8406–E8414. doi:10.1073/pnas.1610156113.

Harris, R.M.B., Beaumont, L.J., Vance, T.R., Tozer, C.R., Remenyi, T.A.,
Perkins-Kirkpatrick, S.E., et al. 2018. Biological responses to the press and
pulse of climate trends and extreme events. Nat. Clim. Change, 8(7): 579–587.
doi:10.1038/s41558-018-0187-9.

Hart, S.J., Veblen, T.T., Eisenhart, K.S., Jarvis, D., and Kulakowski, D. 2014.
Drought induces spruce beetle (Dendroctonus rufipennis) outbreaks across
northwestern Colorado. Ecology, 95(4): 930–939. doi:10.1890/13-0230.1. PMID:
24933812.

Hartmann, H., Adams, H.D., Anderegg, W.R.L., Jansen, S., and Zeppel, M.J.B.
2015. Research frontiers in drought-induced tree mortality: crossing scales
and disciplines. New Phytol. 205(3): 965–969. doi:10.1111/nph.13246. PMID:
25580653.

Hartmann, H., Schuldt, B., Sanders, T.G.M., Macinnis-Ng, C., Boehmer, H.J.,
Allen, C.D., et al. 2018. Monitoring global tree mortality patterns and trends.
Report from the VW symposium “Crossing scales and disciplines to identify
global trends of tree mortality as indicator of forest health”. New Phytol.
217(3): 984–987. doi:10.1111/nph.14988.

Hu, J., Moore, D.J.P., Burns, S.P., and Monson, R.K. 2010. Longer growing seasons
lead to less carbon sequestration by a subalpine forest. Glob. Change Biol.
16(2): 771–783. doi:10.1111/j.1365-2486.2009.01967.x.

Kittel, T.G.F., Williams, M.W., Chowanski, K., Hartman, M., Ackerman, T.,
Losleben, M., and Blanken, P.D. 2015. Contrasting long-term alpine and sub-
alpine precipitation trends in a mid-latitude North American mountain sys-
tem, Colorado Front Range, USA. Plant Ecol. Divers. 8(5–6): 607–624. doi:10.
1080/17550874.2016.1143536.

Kueppers, L.M., and Harte, J. 2005. Subalpine forest carbon cycling: short- and
long-term influence of climate and species. Ecol. Appl. 15(6): 1984–1999. doi:
10.1890/04-1769.

Kueppers, L.M., Conlisk, E., Castanha, C., Moyes, A.B., Germino, M.J.,
de Valpine, P., et al. 2017. Warming and provenance limit tree recruitment
across and beyond the elevation range of subalpine forest. Glob. Change Biol.
23(6): 2383–2395. doi:10.1111/gcb.13561.

Luyssaert, S., and Cornelissen, J.H.C. 2018. Forests in flux as climate varies.
Nature, 556(7699): 35–37. doi:10.1038/d41586-018-02858-6. PMID:29620741.

Luyssaert, S., Schulze, E.D., Börner, A., Knohl, A., Hessenmöller, D., Law, B.E.,
et al. 2008. Old-growth forests as global carbon sinks. Nature, 455(7210):
213–215. doi:10.1038/nature07276. PMID:18784722.

McGuire, C.R., Nufio, C.R., Bowers, M.D., and Guralnick, R.P. 2012. Elevation-
dependent temperature trends in the Rocky Mountain Front Range: changes
over a 56- and 20-year record. PLoS One, 7(9): e44370. doi:10.1371/journal.pone.
0044370. PMID:22970205.

Moyes, A.B., Germino, M.J., and Kueppers, L.M. 2015. Moisture rivals tempera-
ture in limiting photosynthesis by trees establishing beyond their cold-edge
range limit under ambient and warmed conditions. New Phytol. 207(4):
1005–1014. doi:10.1111/nph.13422. PMID:25902893.

Oliver, C.D., and Larson, B.C. 1996. Forest stand dynamics: update edition. Yale
School of Forestry and Environmental Studies Other Publications, New Ha-
ven, Conn.

Pederson, G.T., Gray, S.T., Woodhouse, C.A., Betancourt, J.L., Fagre, D.B.,
Littell, J.S., et al. 2011. The unusual nature of recent snowpack declines in the
North American Cordillera. Science, 333(6040): 332–335. doi:10.1126/science.
1201570. PMID:21659569.

Peet, R.K. 1981. Forest vegetation of the Colorado Front Range: composition and
dynamics. Vegetatio, 45(1): 3–75. doi:10.1007/BF00240202.

Peng, C., Ma, Z., Lei, X., Zhu, Q., Chen, H., Wang, W., et al. 2011. A drought-
induced pervasive increase in tree mortality across Canada’s boreal forests.
Nat. Clim. Change, 1(9): 467–471. doi:10.1038/nclimate1293.

Rebertus, A.J., Veblen, T.T., Roovers, L.M., and Mast, J.N. 1992. Structure and
dynamics of old-growth Engelmann spruce – subalpine fir in Colorado.
In Old-Growth Forests in the Southwest and Rocky Mountain Region —
Proceedings of a Workshop, Portal, Ariz. USDA For. Serv. Gen. Tech. Rep.
RM-GTR-213. Edited by M.R. Kaufman, W.H. Moir, and R.L. Bassett. U.S. Depart-
ment of Agriculture, Forest Service, Rocky Mountain Forest and Range Ex-
periment Station, Fort Collins, Colo. pp. 139–153.

Reich, R.M., Lundquist, J.E., and Hughes, K. 2016. Host–environment mis-
matches associated with subalpine fir decline in Colorado. J. For. Res. 27(5):
1177–1189. doi:10.1007/s11676-016-0234-1.

Schoennagel, T., Veblen, T.T., Kulakowski, D., and Holz, A. 2007. Multidecadal
climate variability and climate interactions affect subalpine fire occurrence,
western Colorado (USA). Ecology, 88(11): 2891–2902. doi:10.1890/06-1860.1.
PMID:18051658.

Sibold, J.S., and Veblen, T.T. 2006. Relationships of subalpine forest fires in the
Colorado Front Range with interannual and multidecadal-scale climatic vari-
ation. J. Biogeogr. 33(5): 833–842. doi:10.1111/j.1365-2699.2006.01456.x.

Smith, J.M., Paritsis, J., Veblen, T.T., and Chapman, T.B. 2015. Permanent forest
plots show accelerating tree mortality in subalpine forests of the Colorado
Front Range from 1982 to 2013. For. Ecol. Manage. 341: 8–17. doi:10.1016/j.
foreco.2014.12.031.

Stewart, I.T., Cayan, D.R., and Dettinger, M.D. 2005. Changes in snowmelt runoff
timing in western North America under a “business as usual” climate change
scenario. Clim. Change, 62(1–3): 217–232. doi:10.1023/B:CLIM.0000013702.
22656.e8.

Swetnam, T.L., Brooks, P.D., Barnard, H.R., Harpold, A.A., and Gallo, E.L. 2017.
Topographically driven differences in energy and water constrain climatic
control on forest carbon sequestration. Ecosphere, 8(4): e01797. doi:10.1002/
ecs2.1797.

Temperli, C., Veblen, T.T., Hart, S.J., Kulakowski, D., and Tepley, A.J. 2015. Inter-
actions among spruce beetle disturbance, climate change and forest dynam-
ics captured by a forest landscape model. Ecosphere, 6(11): 1–20. doi:10.1890/
ES15-00394.1.

Ung, C.-H., Bernier, P., and Guo, X.-J. 2008. Canadian national biomass equations:
new parameter estimates that include British Columbia data. Can. J. For. Res.
38(5): 1123–1132. doi:10.1139/X07-224.

van Mantgem, P.J., Stephenson, N.L., Byrne, J.C., Daniels, L.D., Franklin, J.F.,
Fulé, P.Z., et al. 2009. Widespread increase of tree mortality rates in the
western United States. Science, 323(5913): 521–524. doi:10.1126/science.
1165000. PMID:19164752.

Vargas-Larreta, B., López-Sánchez, C.A., Corral-Rivas, J.J., López-Martínez, J.O.,
Aguirre-Calderón, C.G., and Álvarez-González, J.G. 2017. Allometric equa-
tions for estimating biomass and carbon stocks in the temperate forests of
northwestern Mexico. Forests, 8(8): 269. doi:10.3390/f8080269.

Veblen, T.T. 1986. Age and size structure of subalpine forests in the Colorado
Front Range. Bull. Torrey Bot. Club, 113(3): 225. doi:10.2307/2996361.

Veblen, T.T. 1992. Regeneration dynamics. In Plant succession: theory and pre-
diction. Edited by D.C. Glenn-Lewin, R.K. Peet, and T.T. Veblen. Chapman and
Hall, London. pp. 152–183.

Veblen, T.T., Hadley, K.S., and Reid, M.S. 1991. Disturbance and stand develop-
ment of a Colorado subalpine forest. J. Biogeogr. 18(6): 202–716. doi:10.2307/
2845552.

Villalba, R., Veblen, T.T., and Ogden, J. 1994. Climatic influences on the growth
of subalpine trees in the Colorado Front Range. Ecology, 75(5): 1450–1462.
doi:10.2307/1937468.

Williams, A.P., Allen, C.D., Macalady, A.K., Griffin, D., Woodhouse, C.A.,
Meko, D.M., et al. 2013. Temperature as a potent driver of regional forest
drought stress and tree mortality. Nat. Clim. Change, 3(3): 292–297. doi:10.
1038/nclimate1693.

Wohl, E. 2013. Redistribution of forest carbon caused by patch blowdowns in
subalpine forests of the Southern Rocky Mountains, USA. Global Bio-
geochem. Cycles, 27: 1205–1213. doi:10.1002/2013GB004633.

Yanai, R.D., Battles, J.J., Richardson, A.D., Blodgett, C.A., Wood, D.M., and
Rastetter, E.B. 2010. Estimating uncertainty in ecosystem budget calcula-
tions. Ecosystems, 13: 239–248. doi:10.1007/s10021-010-9315-8.

1264 Can. J. For. Res. Vol. 49, 2019

Published by NRC Research Press

C
an

. J
. F

or
. R

es
. D

ow
nl

oa
de

d 
fr

om
 w

w
w

.n
rc

re
se

ar
ch

pr
es

s.
co

m
 b

y 
U

N
IV

 O
F 

W
A

SH
IN

G
T

O
N

 L
IB

R
A

R
IE

S 
on

 0
1/

19
/2

0
Fo

r 
pe

rs
on

al
 u

se
 o

nl
y.

 

http://dx.doi.org/10.1073/pnas.1305499111
http://dx.doi.org/10.1073/pnas.1305499111
http://www.ncbi.nlm.nih.gov/pubmed/24733937
http://dx.doi.org/10.1890/15-1195.1
http://dx.doi.org/10.1111/1365-2745.12295
http://dx.doi.org/10.1890/11-1055.1
http://www.ncbi.nlm.nih.gov/pubmed/23185879
http://dx.doi.org/10.1098/rstb.2003.1425
http://dx.doi.org/10.1175/2009JCLI2951.1
http://dx.doi.org/10.1175/2009JCLI2951.1
http://dx.doi.org/10.1111/1365-2745.12750
http://dx.doi.org/10.1016/j.foreco.2015.11.024
http://dx.doi.org/10.1016/j.foreco.2015.11.024
http://dx.doi.org/10.1890/0012-9658(1999)080%5B1370%3ARAMOSF%5D2.0.CO;2
http://dx.doi.org/10.1002/ecs2.2437
http://dx.doi.org/10.1073/pnas.1610156113
http://dx.doi.org/10.1038/s41558-018-0187-9
http://dx.doi.org/10.1890/13-0230.1
http://www.ncbi.nlm.nih.gov/pubmed/24933812
http://dx.doi.org/10.1111/nph.13246
http://www.ncbi.nlm.nih.gov/pubmed/25580653
http://dx.doi.org/10.1111/nph.14988
http://dx.doi.org/10.1111/j.1365-2486.2009.01967.x
http://dx.doi.org/10.1080/17550874.2016.1143536
http://dx.doi.org/10.1080/17550874.2016.1143536
http://dx.doi.org/10.1890/04-1769
http://dx.doi.org/10.1111/gcb.13561
http://dx.doi.org/10.1038/d41586-018-02858-6
http://www.ncbi.nlm.nih.gov/pubmed/29620741
http://dx.doi.org/10.1038/nature07276
http://www.ncbi.nlm.nih.gov/pubmed/18784722
http://dx.doi.org/10.1371/journal.pone.0044370
http://dx.doi.org/10.1371/journal.pone.0044370
http://www.ncbi.nlm.nih.gov/pubmed/22970205
http://dx.doi.org/10.1111/nph.13422
http://www.ncbi.nlm.nih.gov/pubmed/25902893
http://dx.doi.org/10.1126/science.1201570
http://dx.doi.org/10.1126/science.1201570
http://www.ncbi.nlm.nih.gov/pubmed/21659569
http://dx.doi.org/10.1007/BF00240202
http://dx.doi.org/10.1038/nclimate1293
http://dx.doi.org/10.1007/s11676-016-0234-1
http://dx.doi.org/10.1890/06-1860.1
http://www.ncbi.nlm.nih.gov/pubmed/18051658
http://dx.doi.org/10.1111/j.1365-2699.2006.01456.x
http://dx.doi.org/10.1016/j.foreco.2014.12.031
http://dx.doi.org/10.1016/j.foreco.2014.12.031
http://dx.doi.org/10.1023/B%3ACLIM.0000013702.22656.e8
http://dx.doi.org/10.1023/B%3ACLIM.0000013702.22656.e8
http://dx.doi.org/10.1002/ecs2.1797
http://dx.doi.org/10.1002/ecs2.1797
http://dx.doi.org/10.1890/ES15-00394.1
http://dx.doi.org/10.1890/ES15-00394.1
http://dx.doi.org/10.1139/X07-224
http://dx.doi.org/10.1126/science.1165000
http://dx.doi.org/10.1126/science.1165000
http://www.ncbi.nlm.nih.gov/pubmed/19164752
http://dx.doi.org/10.3390/f8080269
http://dx.doi.org/10.2307/2996361
http://dx.doi.org/10.2307/2845552
http://dx.doi.org/10.2307/2845552
http://dx.doi.org/10.2307/1937468
http://dx.doi.org/10.1038/nclimate1693
http://dx.doi.org/10.1038/nclimate1693
http://dx.doi.org/10.1002/2013GB004633
http://dx.doi.org/10.1007/s10021-010-9315-8

	Article
	Introduction
	Methods
	Study area
	Field methods: permanent plot remeasurement
	Live AGB estimation and data analysis

	Results
	Variability in AGB across sites and stand ages
	Changes in AGB over the period 1982–2016

	Discussion
	Site- and stand-level variability of biomass across the subalpine forest zone
	Changes in AGB over a 34-year period

	Conclusion

	Acknowledgements
	References


<<
	/CompressObjects /Off
	/ParseDSCCommentsForDocInfo true
	/CreateJobTicket false
	/PDFX1aCheck false
	/ColorImageMinResolution 150
	/GrayImageResolution 300
	/DoThumbnails false
	/ColorConversionStrategy /LeaveColorUnchanged
	/GrayImageFilter /DCTEncode
	/EmbedAllFonts true
	/CalRGBProfile (sRGB IEC61966-2.1)
	/MonoImageMinResolutionPolicy /OK
	/ImageMemory 1048576
	/LockDistillerParams true
	/AllowPSXObjects true
	/DownsampleMonoImages true
	/PassThroughJPEGImages true
	/ColorSettingsFile (None)
	/AutoRotatePages /PageByPage
	/Optimize true
	/MonoImageDepth -1
	/ParseDSCComments true
	/AntiAliasGrayImages false
	/GrayImageMinResolutionPolicy /OK
	/JPEG2000ColorImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/ConvertImagesToIndexed true
	/MaxSubsetPct 99
	/Binding /Left
	/PreserveDICMYKValues false
	/GrayImageMinDownsampleDepth 2
	/MonoImageMinResolution 1200
	/sRGBProfile (sRGB IEC61966-2.1)
	/AntiAliasColorImages false
	/GrayImageDepth -1
	/PreserveFlatness true
	/CompressPages true
	/GrayImageMinResolution 150
	/CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
	/PDFXBleedBoxToTrimBoxOffset [
		0.0
		0.0
		0.0
		0.0
	]
	/AutoFilterGrayImages true
	/EncodeColorImages true
	/AlwaysEmbed [
	]
	/EndPage -1
	/DownsampleColorImages true
	/ASCII85EncodePages false
	/PreserveEPSInfo false
	/PDFXTrimBoxToMediaBoxOffset [
		0.0
		0.0
		0.0
		0.0
	]
	/CompatibilityLevel 1.3
	/MonoImageResolution 600
	/NeverEmbed [
		/Arial-Black
		/Arial-BlackItalic
		/Arial-BoldItalicMT
		/Arial-BoldMT
		/Arial-ItalicMT
		/ArialMT
		/ArialNarrow
		/ArialNarrow-Bold
		/ArialNarrow-BoldItalic
		/ArialNarrow-Italic
		/ArialUnicodeMS
		/CenturyGothic
		/CenturyGothic-Bold
		/CenturyGothic-BoldItalic
		/CenturyGothic-Italic
		/CourierNewPS-BoldItalicMT
		/CourierNewPS-BoldMT
		/CourierNewPS-ItalicMT
		/CourierNewPSMT
		/Georgia
		/Georgia-Bold
		/Georgia-BoldItalic
		/Georgia-Italic
		/Impact
		/LucidaConsole
		/Tahoma
		/Tahoma-Bold
		/TimesNewRomanMT-ExtraBold
		/TimesNewRomanPS-BoldItalicMT
		/TimesNewRomanPS-BoldMT
		/TimesNewRomanPS-ItalicMT
		/TimesNewRomanPSMT
		/Trebuchet-BoldItalic
		/TrebuchetMS
		/TrebuchetMS-Bold
		/TrebuchetMS-Italic
		/Verdana
		/Verdana-Bold
		/Verdana-BoldItalic
		/Verdana-Italic
	]
	/CannotEmbedFontPolicy /Warning
	/AutoPositionEPSFiles true
	/PreserveOPIComments false
	/JPEG2000GrayACSImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/PDFXOutputIntentProfile ()
	/JPEG2000ColorACSImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/EmbedJobOptions true
	/MonoImageDownsampleType /Average
	/DetectBlends true
	/EncodeGrayImages true
	/ColorImageDownsampleType /Average
	/EmitDSCWarnings false
	/AutoFilterColorImages true
	/DownsampleGrayImages true
	/GrayImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/AntiAliasMonoImages false
	/GrayImageAutoFilterStrategy /JPEG
	/GrayACSImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/ColorImageAutoFilterStrategy /JPEG
	/ColorImageMinResolutionPolicy /OK
	/ColorImageResolution 300
	/PDFXRegistryName ()
	/MonoImageFilter /CCITTFaxEncode
	/CalGrayProfile (Gray Gamma 2.2)
	/ColorImageMinDownsampleDepth 1
	/JPEG2000GrayImageDict <<
		/TileHeight 256
		/Quality 15
		/TileWidth 256
	>>
	/ColorImageDepth -1
	/DetectCurves 0.1
	/PDFXTrapped /False
	/ColorImageFilter /DCTEncode
	/TransferFunctionInfo /Preserve
	/PDFX3Check false
	/ParseICCProfilesInComments true
	/ColorACSImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/DSCReportingLevel 0
	/PDFXOutputConditionIdentifier ()
	/PDFXCompliantPDFOnly false
	/AllowTransparency false
	/PreserveCopyPage true
	/UsePrologue false
	/StartPage 1
	/MonoImageDownsampleThreshold 1.0
	/GrayImageDownsampleThreshold 1.0
	/CheckCompliance [
		/None
	]
	/CreateJDFFile false
	/PDFXSetBleedBoxToMediaBox true
	/EmbedOpenType false
	/OPM 0
	/PreserveOverprintSettings false
	/UCRandBGInfo /Remove
	/ColorImageDownsampleThreshold 1.0
	/MonoImageDict <<
		/K -1
	>>
	/GrayImageDownsampleType /Average
	/Description <<
		/ENU (Use these settings to create Adobe PDF documents suitable for reliable viewing and printing of business documents.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
		/PTB <>
		/FRA <>
		/NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken waarmee zakelijke documenten betrouwbaar kunnen worden weergegeven en afgedrukt. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
		/KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020be44c988b2c8c2a40020bb38c11cb97c0020c548c815c801c73cb85c0020bcf4ace00020c778c1c4d558b2940020b3700020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
		/NOR <>
		/DEU <>
		/SVE <>
		/ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF adatti per visualizzare e stampare documenti aziendali in modo affidabile. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 5.0 e versioni successive.)
		/DAN <>
		/JPN <>
		/SUO <>
		/CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e55464e1a65876863768467e5770b548c62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
		/ESP <>
		/CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc666e901a554652d965874ef6768467e5770b548c52175370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
	>>
	/CropMonoImages true
	/DefaultRenderingIntent /RelativeColorimeteric
	/PreserveHalftoneInfo false
	/ColorImageDict <<
		/HSamples [
			1.0
			1.0
			1.0
			1.0
		]
		/QFactor 0.15
		/VSamples [
			1.0
			1.0
			1.0
			1.0
		]
	>>
	/CropGrayImages true
	/PDFXOutputCondition ()
	/SubsetFonts true
	/EncodeMonoImages true
	/CropColorImages true
	/PDFXNoTrimBoxError true
>>
setdistillerparams
<<
	/PageSize [
		612.0
		792.0
	]
	/HWResolution [
		600
		600
	]
>>
setpagedevice


