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a b s t r a c t

We measured annual C storage, or net ecosystem production (NEP), from 1999 to 2003 in an

aspen-dominated, mixed-deciduous forest in Michigan, USA. Measurements of the annual

production of above- and below-ground live and dead mass, foliar herbivory, and soil

respiration were used to develop biometric estimates of NEP (NEPB). Eddy-covariance

measurements made above the canopy were used to construct meteorological estimates

of NEP (NEPM). Over the 5-year study period, C stored annually in live mass (above- and

below-ground wood) averaged 2.13 Mg C ha�1 year�1, while annual detritus production (fine

roots, leaf litter, woody debris) averaged 4.35 Mg C ha�1 year�1. Fine root inputs were the

largest component (41%) of annual net primary production.

The forest was a consistent C sink, with annual NEP ranging from 0.80 to

1.98 Mg C ha�1 year�1, comparable in magnitude to other eastern North American forests.

When annual NEPB and NEPM were compared in a given year, they differed from each other

by 13–148%. However, when compared over 5 years, these independent estimates of C

storage converged to within 1% of each other. Differences between same-year biometric and

meteorological NEP estimates were explained in part by a lag between late-season net

canopy photosynthesis and C allocated to tree growth the following spring. Weekly assess-

ments of bole radial growth in 2001 and 2002 indicated that woody mass growth began prior

to positive net canopy photosynthesis in the spring and that>25% of annual photosynthetic

C assimilation occurred after growth had stopped in the autumn. Thus, while the temporal

separation between photosynthesis and growth reduced agreement between annual NEPB

and NEPM estimates, these metrics converged over several years. These results suggest that

the allocation of recent photosynthate to storage carbohydrates, rather than to immediate

growth, may obscure the relationship between shorter term, annual biometric and meteor-

ological C storage estimates. Moreover, the 5-year convergence of biometric and meteor-

ological NEP estimates serves as an important cross-validation, demonstrating that both

approaches can yield accurate forest C storage assessments.
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1. Introduction

Northern deciduous forestsoccupy�29 million ha in the United

States alone (USDA, 2001) and are likely important contributors

to the terrestrial North American carbon (C) sink (Ciais et al.,

1995; Fan et al., 1998; Gurney et al., 2002). Although harvesting

and agriculture over the past century depleted C stored in the

deciduous forests of the upper Great Lakes region, estimates of

annual C storage, or net ecosystem production (NEP), suggest

that theseecosystems are now C sinks (Birdsey and Heath, 1995;

Birdsey et al., 2000; Gough et al., 2007a). Afforestation has

resulted in C storage at modest rates and recent C inventories

indicate that northern U.S. forests, despite a short growing

season, are often harvested less than other forests, making

them an important terrestrial C sink (Birdsey et al., 2000).

While regional inventories can provide C storage estimates

for large areas, ecosystem-level studies provide important

process-level information on forest C dynamics as well as local

validation of regional estimates. At the stand level, annual NEP

can be estimated from a combination of biometric and

ecophysiological measurements (NEPB; Barford et al., 2001;

Curtis et al., 2002; Ehman et al., 2002; Law et al., 2003).

Complete NEPB estimates require measurements of above-

and below-ground wood, leaf litter, woody debris, and fine root

mass, mass losses to herbivory, and heterotrophic respiratory

C losses (Rh). Applied at a similar scale, meteorological

methods have proven useful for measuring net ecosystem

CO2 exchange (NEE) between forest and atmosphere at time

intervals of less than 1 h (e.g., Wofsy et al., 1993; Goulden et al.,

1996; Schmid et al., 2000). These methods provide an

integrated measure of net ecosystem C uptake or loss that

represents the sum of individual C fluxes occurring within an

ecosystem, including multiple photosynthetic and respiratory

sources. Cumulative annual NEE is the meteorological

estimate of net ecosystem production (NEPM). Concurrent

biometric and meteorological measurements thus allow for

independent appraisals of ecosystem C storage (e.g., Canadell

et al., 2000; Baldocchi, 2003). These comparisons are useful in

gauging the accuracy of C storage estimates since multiple

sources of uncertainty are associated with both approaches

(Ehman et al., 2002; Schmid et al., 2003).

Previous biometric and meteorological annual C storage

estimates indicate that northern deciduous forests sequester

C from the atmosphere at variable rates, from 0.73 to

2.8 Mg C ha�1 year�1 across Canada and the United States

(Lee et al., 1999; Barford et al., 2001; Curtis et al., 2002; Schmid

et al., 2003). Spatial variability in C storage among deciduous

forests has been related to site productivity (Curtis et al., 2002),

stand age (Pregitzer and Euskirchen, 2004; Gough et al., 2007a)

and prior disturbance (Gough et al., 2007a), while interannual

variability in NEP has been attributed to climate-driven changes

in photosynthesis and respiration. For example, interannual

variability in canopy photosynthesis was positively related to

air temperature and negatively associated with cloud cover in a

central Massachusetts forest (Goulden et al., 1996). Air

temperature affected the timing of leaf expansion and

senescence, while cloud cover reduced canopy light intercep-

tion. In contrast, respiratory C losses were correlated with

temperature in two northern deciduous forests, including the

current study site (Bolstad et al., 2004; Curtis et al., 2005).

Few studies have conducted concurrent biometric and

meteorological assessments of annual C storage, but those

that have often report poor agreement between the two

methods (Barford et al., 2001; Granier et al., 2000; Curtis et al.,

2002; Ehman et al., 2002). In principle, differences between

these estimates may occur when the meteorological footprint

and ecological inventory plots do not adequately overlap

(Schmid, 1994, 1997; Schmid and Lloyd, 1999). Agreement

between methods also may be affected by sampling variability

and gap-filling assumptions (Schmid et al., 2003; Ehman et al.,

2002). Additionally, it is possible that biometric and meteor-

ological approaches produce different results because these

methods measure processes that are temporally offset. A lag

between photosynthetic C uptake and growth may result

when recently assimilated C is allocated to storage carbohy-

drates rather than applied to immediate growth. Barford et al.

(2001) suggested that the presence of a lag between photo-

synthesis and growth might explain why biometric and

meteorological C storage estimates were poorly aligned in a

given year, but converged after 8 years in a Massachusetts

forest. A temporal offset between these processes is supported

by studies showing that photosynthesis responds instanta-

neously to current environmental conditions, while growth is

often affected by environmental conditions occurring weeks

to years earlier (Wofsy et al., 1993; Arneth et al., 1998; Sampson

et al., 2001; Chen et al., 2002; Hoch et al., 2003; Schmid et al.,

2003; Loescher et al., 2003). Although a lag between photo-

synthesis and growth has never been demonstrated from

concurrent biometric and meteorological measurements,

understanding the temporal relationship between these

processes could assist in explaining the consistently poor

agreement between short-term, independent C storage esti-

mates.

Here, we present annual C storage estimates over 5 years

(1999–2003) for a north temperate deciduous forest located in

northern lower Michigan, USA. Our study site is part of the

AmeriFlux network of long-term C cycle research facilities

(Baldocchi et al., 2001). Our primary objectives were to

estimate annual NEP using both biometric and meteorological

methods, to examine interannual variability in NEP, and to

evaluate the effect of climate and phenology on annual NEP.

We also examined the temporal relationship between canopy

photosynthesis and growth, and evaluated the effect a lag

between these processes could have on the convergence of

annual biometric and meteorological C storage estimates.

2. Methods

2.1. Study site

Our study was conducted at the University of Michigan

Biological Station (UMBS) in northern lower Michigan, USA

(45835.50N, 848430W). The site is located in the transition zone

between mixed hardwood and boreal forests. The study forest

surrounds a meteorological tower on a level to gently sloping

high outwash plain derived from glacial drift, 1.3 km south

and 3.5 km west of two large lakes, with the gradually

ascending slope of an interlobate moraine lying �1 km to

the south. Soils are excessively drained, sandy, mixed frigid
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Entic Haplothods consisting of 92% sand, 7% silt and 1% clay.

Mean annual temperature (1942–2003) is 5.5 8C and mean

annual precipitation is 817 mm.

The forest within a 1 km radius of the meteorological tower

is a secondary successional mixed northern hardwood forest.

Over half of the standing live tree mass consists of bigtooth

aspen (Populus grandidentata Michx.) and trembling aspen

(Populus tremuloides Michx.). Other common overstory species

include northern red oak (Quercus rubra L.), paper birch (Betula

papyrifera Marsh.), American beech (Fagus grandifolia Ehrh.),

sugar maple (Acer saccharumMarsh.), red maple (Acer rubrum L.)

and white pine (Pinus strobus L.). The understory is dominated

by bracken fern (Pteridium aquilinum L.) and red maple, red oak,

American beech and white pine seedlings and saplings.

Canopy height is approximately 22 m. Old-growth white pine,

red pine (Pinus resinosa Ait.) and eastern hemlock (Tsuga

canadensis (L.) Carr.) were harvested in the late 19th century

and subsequent cutting and patchy burns were a source of

repeated disturbance in the area until the early 20th century.

Tree age averages 85 years.

Biometric measurements were made in a 1.1 ha plot

surrounding the meteorological tower and in 60, 0.08 ha plots

located up to 1000 m from the tower. Transects were located

208 apart, from 2258 to 158, toward the prevailing northwest

winds and the meteorological tower source footprint.

2.2. Environmental parameters and leaf phenology

Continuous measurements of various environmental para-

meters were made from 1999 through 2003. Air temperature

(Ta) and photosynthetic photon flux density (PPFD) were

measured 21 m above the ground using ventilated tempera-

ture probes and PPFD sensors, respectively (model HPO-43,

Rotronic Instrument Corp., Huntington, NY, USA; LI-190SZ, LI-

COR Inc., Lincoln, NE, USA). Soil temperature (Ts) was

measured at 7.5 cm depth in three locations near the base

of the meteorological tower using type E thermocouples.

Volumetric soil water content (us) was recorded to a depth of

20 cm at one location in 1999 and at four locations in all other

years using CS616 soil moisture probe (Campbell Scientific,

Inc., Logan, UT, USA).

We monitored leaf phenology with a LAI-2000 Plant Canopy

Analyzer (LI-COR Inc.). Readings were taken every 3 m along

seven transects in the 1.1 ha plot for an average of 120 samples

on each of �12 sampling dates from May (leaf expansion) to

November (leaf abscission).

2.3. Above- and below-ground woody mass

We measured aboveground woody mass (Ma) using allometric

equations relating bole diameter at 1.37 m height (D) to Ma by

Ma ¼ aDb (1)

where a and b are the species-specific coefficients developed

from data collected at UMBS (Koerper, 1977; Cooper, 1981;

Cooper, personal communication) or obtained from published

reports from the Great Lakes states and eastern North America

(Wiant et al., 1977; Ker, 1980; Young et al., 1980; Schmitt and

Grigal, 1981; Crow and Erdmann, 1983; Hocker and Early, 1983;

Perala and Alban, 1994; Ter-Michaelian and Korzukhin, 1997).

Annual D increment was measured on >700 trees with

D � 10 cm in the 1.1 and 0.08 ha plots (�20% of the population)

using band dendrometers installed in summer, 1998 (Liming,

1957). During the 2001 and 2002 growing seasons, D was

recorded every 1–2 weeks on 190 trees within the 1.1 ha plot.

We estimated below-ground woody mass (Mb) using two

independent methods. Coarse root mass was determined from

soil samples and separately using an allometric equation

relating Mb to Ma (Cairns et al., 1997). Ninety, 60 cm soil cores

(1270 cm3 core�1) were extracted from the 1.1 ha plot in 1998.

Coarse roots (diameter > 2 mm) were separated from soil,

dried, weighed, and burned in a muffle furnace to determine

ash-free weight. We estimated standard errors of Ma and Mb

from the inter-plot variance. Uncertainty associated with

allometric equations was not estimated because coefficient

standard errors typically were not published. A site-specific

mean tissue-weighed fraction of C in bark, cork cambium,

sapwood, and heartwood of the five dominant overstory

species (0.49) was used to convert dry woody mass to C mass.

2.4. Leaf litter, fine, and coarse woody debris

We estimated annual leaf litter production (Mll) as the sum of

understory and overstory litter mass. We measured overstory

leaf litter mass, fine debris mass (Mfd), and maximum

overstory leaf area index (Almax) with 26 litter traps (0.179 or

0.264 m2) randomly located within the 1.1 ha plot and from

single litter traps placed in each of the 0.08 ha plots. Litter

traps were emptied weekly during leaf abscission in the

autumn and monthly otherwise. We estimated understory

mass (primarily bracken fern) in 1999 and 2000 in the 1.1 ha

plot. Thirty-five ferns were harvested, dried, weighed, and leaf

area for each plant was approximated from frond length and

width measurements. To estimate understory leaf mass, we

developed a relationship relating bracken fern leaf area to

mass. Understory leaf mass was estimated from leaf area

measurements in 36, 1 m2 subplots located within the 1.1 ha

plot.

We measured net coarse woody debris production (Mcd) in

four, 0.08 ha subplots located within the 1.1 ha plot. Coarse

woody debris (CWD) was defined as woody detritus �0.1 m in

diameter. In 2000, CWD volume was estimated from individual

diameter and length measurements, and a decay class was

assigned according to Marra and Edmonds (1994). A second

survey of CWD was conducted in 2003 and decay classes were

reassessed. Decay class densities and volumes were used to

calculate standing CWD mass (Mscd). We determined the

annual net production of Mcd through linear interpolation

between survey dates.

A site-specific C fraction of Mll (0.49) was used to convert

dry mass to C mass. We also assumed a C fraction of 0.49 for

Mfd and Mcd. We estimated standard errors of Mll, Mfd, and Mcd

from the inter-plot variance.

2.5. Fine root mass and turnover

We sampled standing fine root mass (Msfr) in 2000 and 2003 in

the 1.1 and 0.08 ha plots. Roots were sampled to a depth of

80 cm using soil cores (1700 cm3 sample�1, n = 30). Fine roots
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(diameter �2 mm) were separated from soil using a 2 mm

mesh sieve. Soil was sieved multiple times to maximize root

recovery. Roots were washed, dried, weighed, and burned in a

muffle furnace to determine ash-free mass.

We estimated annual fine root turnover (kfr) using three

different approaches. Clark et al. (2001) suggested the use of

multiple methods to estimates kfr because of uncertainties

associated with each approach. First, we used minirhizotron-

based cohort analyses to estimate mortality rates for up to 14

months in six root cohorts (total number of roots > 9700). Root

images were collected in May–August, and October 2002 and in

May–July 2003 from 54 clear minirhizotron tubes (Hendrick

and Pregitzer, 1993; Johnson et al., 2001) distributed across the

1.1 ha and in eight, 0.08 ha plots. Images were recorded to a

depth of �1 m using a portable digital camera with a

horizontal visual field of 18 mm (model # BTC-2, Bartz

Technology Corp., Santa Barbara, CA, USA) and analyzed

using Rootracker V2.0 software (Duke University, Durham, NC,

USA). A root cohort was defined as the group of new roots

appearing between image collection dates. A root was

considered dead when it no longer appeared in an image.

Individual cohort mortality vs. time (i.e., a cohort life curve)

was analyzed using SAS statistical software (SAS V8, SAS

Institute, Cary, NC, USA). Daily mortality rate for each cohort

was calculated as

kfr ¼
ðnt � ntþ1Þ=nt

dtþ1 � dt
(2)

where kfr is the fine root mortality rate (d�1), n the number of

roots in a cohort at time t, and d is the cohort age at time t. We

then developed a linear model relating kfr to mean Ts during

the corresponding period of mortality (r2 = 0.47; P = 0.0009;

Tierney et al., 2003). Annual kfr was estimated from this model

through simple linear scaling by multiplying the slope and

intercept by the number of days per year. Annual kfr was

estimated from mean annual Ts as

kfr ¼ 0:0113þ 0:035Ts (3)

In the second method, we estimated kfr from an empirical

relationship relating available soil N to annual kfr (Aber et al.,

1985):

kfr ¼ 0:789� 0:0191Navail þ 0:000211N2
avail (4)

where Navail is the sum of mineralized and nitrified soil N, and

atmospheric N deposition. We measured N mineralization and

nitrification using the buried bag technique (Hart et al., 1994)

from June 1999 to May 2000 in a total of 70 locations within the

1.1 ha and 0.08 ha plots. Atmospheric N deposition (wet + dry)

was estimated from Baumgardner et al. (2002).

Lastly, we estimated kfr using the mass balance approach of

Raich and Nadelhoffer (1989) where

kfr ¼
Rh � ðMll þMfdÞ

Msfr
(5)

This model assumes heterotrophic respiration, Rh, is

equivalent to detritus (fine root, leaf litter, and woody debris)

inputs.

Annual production of fine root litter (Mfr) was estimated as

the product of the standing crop of fine root mass (Msfr) and kfr

averaged across the three methods. The site-specific C fraction

of Msfr (0.47) was used to convert dry mass to C mass. We

estimated standard errors of Mfr from inter-plot and inter-

method variances.

2.6. Soil carbon

We sampled soil C mass (Ms) in 1998 and 2003 in the 1.1 ha plot

and in eight, 0.08 ha plots. Soil was excavated to a depth of

20 cm using soil cores (425 cm3 sample�1, n = 40). Mineral soil

was sieved through a 2 mm mesh screen to remove roots,

dried, and ground with a mortar and pestle. Soil C concentra-

tion was assessed with an elemental analyzer (Perkin-Elmer

2400, Perkin-Elmer Inc., Wellesley, MA, USA).

2.7. Herbivory

We estimated annual foliar C losses to herbivory (H) in 2000

and 2001 by measuring damage to green leaves, collection of

insect frass below the canopy, and through caterpillar feeding

trials relating leaf mass loss to frass production. The

proportion of leaf area lost to herbivory was determined

using a LAI-3100 leaf area meter (LI-COR Inc.) following the

collection of green leaves from 4 dominant canopy species

(n = 180). Insect frass was collected every 2–3 days during leaf-

on from 20, 0.18 m2 traps on the forest floor and caterpillar

feeding trials were conducted using fresh bigtooth aspen and

northern red oak leaves (n = 10). Herbivory was calculated

from ecosystem frass production estimates and a relationship

relating leaf mass losses to frass production. Annual H was

greatest in 2001 during a mild outbreak of forest tent

caterpillars (Malacosoma disstria Hubner), averaging 7% of

Mll. Annual H was 4% of Mll in 2000 and this value was applied

to all other years. We estimated the standard error of H from

the inter-method variance.

2.8. Heterotrophic soil respiration

We measured soil respiration (Rs) in the 1.1 ha plot and in 30,

0.08 ha plots using a LI-COR LI-6400 equipped with a LI-6400-09

soil CO2 flux chamber (LI-COR Inc.). Measurements and

analyses are described in detail by Curtis et al. (2005). Briefly,

we modeled Rs as a function of Ts using a two-parameter

exponential function with an additive log-linear or linear us

function. Models were developed separately for the early

growing season (days 130–200), late growing season (days 201–

279), and winter (days 280–129) of each year. Continuous

hourly Rs was estimated from Ts and us data and was summed

over the year to determine annual Rs.

We partitioned Rs into heterotrophic (Rh) and autotrophic

(Ra) components using the component integration method

(Hanson et al., 2000). The O-horizon and the top 20 cm of

mineral soil were excavated from eight, 0.08 ha plots in July

2004 and the mineral soil was sieved through a 2 mm mesh

screen to remove roots. Soil samples (200 g) were adjusted to

15% us, placed in 500 mL jars and incubated at room

temperature for 1–2 weeks. We measured the respiratory

response of O-horizon and mineral soil to temperature
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between 2 and 30 8C (Winkler et al., 1996). A subsample of this

soil was analyzed for C content. We then compared mineral

soil and O-horizon respiration normalized for C content with

total Rs to estimate the contribution of Rh to soil C efflux. The

standard error of Rh was calculated from the inter-sample

variance and the variance of Rs.

2.9. Meteorological measurements

We used meteorological observations from a tower to

evaluate net ecosystem CO2 exchange (NEE) between forest

and atmosphere. Meteorological tower instrumentation and

specifications are described by Schmid et al. (2003). A 46 m

tower equipped with eddy-covariance systems at 34 and

46 m provided continuous measurements of: (1) 3D turbulent

velocity fluctuations and eddy-covariance fluxes of momen-

tum (sonic anemometers; CSAT-3, Campbell Scientific Inc.);

(2) net radiation (net radiometer; Q*7.1, REBS Inc., Seattle,

WA, USA) and; (3) water vapor and CO2 (infrared gas

analyzer; LI-6262; LI-COR Inc.). Below-canopy CO2 storage

was determined from eight vertically separated locations on

a nearby tower and used in combination with environmental

data to calculate half-hourly NEE. Nocturnal NEE was

deemed acceptable for flux calculations and for gap-filling

data when friction velocity (u*) was >0.35 m s�1. These

criteria were met 44% of the time. Results described in

the current study originated from data collected at 46 m.

A detailed description of the data analyses, including

processing of the raw eddy-covariance data, flux selection

criteria, and gap-filling methods is provided by Schmid et al.

(2003).

2.10. Net primary production and net ecosystem
production

We estimated net primary production (NPP) and net ecosystem

production (NEP) using both biometric and meteorological data.

Biometric net primary production (NPPB) was estimated as

NPPB ¼ DLþ DþH (6)

where DL is the annual live mass increment (=DMa + DMb), and

D the is annual dead mass (or detritus) production

(=Mll + Mfd + Mcd + Mfr; Waring and Schlesinger, 1985). Net eco-

system production estimated from biometric data (NEPB) was

(e.g., Curtis et al., 2002; Ehman et al., 2002):

NEPB ¼ DLþ Dþ H� Rh (7)

The standard errors of NPPB and NEPB were estimated as the

quadratic sum of component errors.

Meterological net primary production (NPPM) was calcu-

lated as the sum of NEPM and chamber-based Rh (Griffis et al.,

2004):

NPPM ¼ NEPM þ Rh (8)

Meteorological net ecosystem production (NEPM) was esti-

mated as the cumulative sum of half-hourly NEE over 1 year

(e.g., Schmid et al., 2003):

NEPM ¼
Xn

t¼1

NEE (9)

where t is the time and n is the number of half-hourly obser-

vations throughout the year.

3. Results

3.1. Environmental conditions

Climatic variables of importance to NEP are summarized in

Table 1. Mean annual Ta ranged from 6.5–8.1 8C. Mean annual

Ts averaged between 7.5 and 8.8 8C and was consistently

higher than Ta, largely because soil freezing during the winter

was uncommon. Cold winter temperatures in 2003 resulted in

the lowest annual Ta and Ts for the study period. Mean growing

season PPFD ranged from 359 to 417 mmol m�2 s�1. Mean

annual us varied from 13.5% to 16.3%, with mean growing

season us slightly lower. Total annual precipitation (Fa) was

variable, averaging 824 mm and ranging from 570 mm in 2000

to 973 mm in 2001.

3.2. Net primary production and heterotrophic respiration

Biometric net primary production (NPPB) averaged 6.54 Mg

C ha�1 year�1 over 5 years, ranging from 6.07 to 7.01 Mg C

ha�1 year�1 (Table 2). Annual fine root turnover averaged

0.45 year�1 (Table 3), resulting in fine root litter production

Table 1 – Climatic and phenological drivers of primary production at UMBS, 1999–2003

Year Ta Ts PPFD us Fa Almax

A GS A GS A GS A GS

1999 7.9 17.2 8.8 15.7 284 417 13.6 11.6 774 3.3

2000 6.9 16.0 8.3 14.7 272 395 13.5 10.4 570 3.6

2001 8.1 16.9 8.6 15.4 250 366 14.9 11.9 973 3.2

2002 7.1 17.5 8.1 15.6 231 363 16.2 13.1 929 4.0

2003 6.5 16.6 7.5 14.6 245 359 14.7 12.5 874 3.6

Mean annual (A) and growing season (GS, days 130–279) air temperature at 21 m (Ta, 8C), soil temperature at 7.5 cm (Ts, 8C,), photosynthetic

photon flux density at 21 m (PPFD, mmol m�2 s�2), soil moisture to 20 cm (us, %), and annual precipitation (Fa, mm). Maximum leaf area index

(Almax) was assessed from material recovered in litter traps.
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rates of 2.69 Mg C ha�1 year�1. Fine root litter inputs were the

largest contributor to NPPB, representing over 41% of net

primary production. Aboveground woody mass increment

was the second largest contributor to growth, accounting for

26.4% of the total NPPB or 1.73 Mg C ha�1 year�1. Production by

this pool varied annually by >0.6 Mg C ha�1 year�1. Annual

leaf litter inputs were less variable, comprising 22.8% of NPPB

and contributing 1.49 Mg C ha�1 year�1 to production. Below-

ground woody mass, woody debris mass, and mass losses to

herbivory collectively accounted for <10% of NPPB. Carbon

stored in below-ground woody mass averaged 0.40 Mg

C ha�1 year�1, representing 6.1% of NPPB. Coarse and fine

debris mass combined made up 2.6% of NPPB, contributing

0.17 Mg C ha�1 year�1. Coarse debris represented only 10% of

the total woody debris inputs (data not shown). Herbivory

losses were the most minor component of NPPB, averaging

0.07 Mg C ha�1 year�1 and constituting only 1% of the total C

budget. Even during a mild insect outbreak in 2001, foliar C

consumed by herbivores was only 1.4% of total NPPB.

Detritus production was double that of live tissues (Table 2).

Over the 5-year period, live mass production averaged

2.13 Mg C ha�1 year�1, while dead mass production was

4.35 Mg C ha�1 year�1. Total C stored in longer-lived woody

pools over the 5-year period was 10.61 Mg C ha�1 while inputs

to the more ephemeral detritus pools were 21.74 Mg C ha�1.

Carbon losses from soil heterotrophic respiration (Rh) were a

substantial fraction of NPPB. Carbon loss from Rh varied

annually from 4.73 to 5.58 Mg C ha�1 year�1, and the 25.07 Mg

C ha�1 lost over the 5-year increment is 15% greater than the

estimated detritus inputs to the soil.

3.3. Net ecosystem production

Biometric net ecosystem production (NEPB), or net forest C

storage, reflected the balance between C gain from growth

(NPPB) and C losses from Rh. Annual NEPB averaged 1.53 Mg

C ha�1 year�1, but varied by >100%, from a low of 0.96 Mg

C ha�1 year�1 in 1999 to a high of 1.98 Mg C ha�1 year�1 in 2001

(Table 2). Estimated meteorological net primary production

(NEPM) varied between a low of 0.80 Mg C ha�1 year�1 in 2001

and a high of 1.77 Mg C ha�1 year�1 in 2003, averaging

1.51 Mg C ha�1 year�1 (Fig. 1). Despite having similar ranges,

NEPB and NEPM in any given year were poorly correlated (Fig. 2).

The difference between annual NEPB and NEPM within a given

year varied between 13% (2000) and 148% (2001).

3.4. Climatic and phenological impacts on annual
production

Forest C gains (NPP) and losses (Rh) both were positively

correlated with environmental factors typically associated

Table 2 – Forest carbon (C) fluxes and pools at UMBS

Year DL D H NPPB Rh NEPB

DMa DMb Mll Mfd+cd Mfr

Fluxes

1999 1.51 (0.18) 0.35 (0.04) 1.42 (0.12) 0.20 (0.59) 3.00 (0.58) 0.06 (0.01) 6.54 (0.86) �5.58 (0.95) 0.96 (1.28)

2000 1.82 (0.08) 0.42 (0.02) 1.60 (0.13) 0.16 (0.58) 2.67 (0.41) 0.06 (0.01) 6.73 (0.73) �4.94 (0.86) 1.79 (1.13)

2001 2.09 (0.07) 0.48 (0.02) 1.44 (0.12) 0.15 (0.58) 2.75 (0.44) 0.10 (0.01) 7.01 (0.74) �5.03 (0.85) 1.98 (1.13)

2002 1.46 (0.05) 0.33 (0.01) 1.52 (0.15) 0.16 (0.58) 2.54 (0.40) 0.06 (0.01) 6.07 (0.72) �4.73 (0.80) 1.34 (1.08)

2003 1.75 (0.11) 0.40 (0.03) 1.48 (0.14) 0.18 (0.58) 2.49 (0.45) 0.06 (0.01) 6.36 (0.76) �4.80 (0.82) 1.56 (1.12)

Total 8.63 (0.49) 1.98 (0.12) 7.46 (0.66) 0.85 (2.91) 13.45 (2.28) 0.34 (0.05) 32.71 (3.80) �25.08 (4.28) 7.63 (5.73)

Mean 1.73 (0.10) 0.40 (0.02) 1.49 (0.13) 0.17 (0.58) 2.69 (0.46) 0.07 (0.01) 6.54 (0.76) �5.02 (0.86) 1.53 (1.15)

%NPPB 26.4 6.1 22.8 2.6 41.1 1.0

Ma Mb Mll Mfd + scd Msfr Ms SE

Pools

2003 71.7 (3.0) 17.7 (0.7) 1.5 (0.1) 3.2 (0.3) 5.86 (0.9) 80.4 (12.4) 180.5 (12.8)

%SE 39.8 9.8 0.9 1.8 3.2 44.5

Annual net primary production (NPPB) and annual net ecosystem production (NEPB) were calculated from biometric measurements of C pools,

1999–2003. Live mass increment (DL) is the sum of above- (DMa) and below-ground (DMb) wood mass increment. Detritus mass production (D) is

the sum of leaf (Mll), fine and coarse woody debris (Mfd+cd), and fine root litter production (Mfr). Foliar losses to herbivory (H) and soil

heterotrophic respiration (Rh) are also presented. Annual NPPB was estimated as the sum of DL, D, and H; NEPB was calculated as the sum of DL,

D, H and Rh. Total ecosystem C storage (SE) for 2003 is the sum of above- (Ma) and below-ground wood mass (Mb), leaf litter mass (Mll), fine

debris and standing coarse woody debris mass (Mfd+scd), standing fine root mass (Msfr), and soil carbon mass (Ms). Standard errors are in

parentheses. All flux units are in Mg C ha�1 year�1, except 5-year totals, and pools are Mg C ha�1.

Table 3 – Annual fine root turnover (kfr, yearS1) at UMBS
over 5 years

Year Method x̄

A B C

1999 0.32 0.49 0.65 0.49

2000 0.30 0.49 0.52 0.44

2001 0.31 0.49 0.56 0.45

2002 0.29 0.49 0.50 0.43

2003 0.27 0.49 0.51 0.42

Fine root turnover was estimated using three different methods:

(A) fine root mortality in response to soil temperature (Tierney

et al., 2003); (B) soil available nitrogen model (Aber et al., 1985); (C)

mass balance approach (Raich and Nadelhoffer, 1989). The mean

of the three methods (x̄) was used to calculated fine root C inputs.
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with photosynthesis, respiration, and growth (Figs. 3 and 4).

However, while annual NPPM and Rh were correlated with

present-year environmental conditions, current-year climate

was much better related to following-year NPPB. Mean growing

season PPFD was correlated with current-year NPPM, but with

following-year NPPB (r2 = 0.53, n = 5; 0.57, n = 4, respectively;

Fig. 3). These relationships suggest that annual NPP varied by

�0.14 Mg C ha�1 year�1 in response to a 10 mmol m�2 s�1

change in mean growing season PPFD. Annual C losses from

Rh were positively related to changes in mean annual Ts,

differing by 0.85 Mg C ha�1 year�1 over a 1.3 8C range (r2 = 0.71,

n = 5; Fig. 4). Across years, NEPB and NEPM showed no

significant relationship with Ta, Ts, PPFD, us, or Fa in the

current or following year (r2 < 0.25). However, because NEP is

the balance between NPP and Rh, annual PPFD and Ts directly

affect annual C storage by constraining the rates of C uptake

and loss. Maximum leaf area index (Almax) was positively

correlated with annual NEPM (r2 = 0.40, n = 5), but not with

NPPM, NEPB or NPPB.

3.5. Annual canopy photosynthesis and growth

Although NPPB and NPPM in the same year were poorly

correlated, this relationship improved markedly when annual

NPPB was compared with prior-year NPPM (r2 = 0.45, n = 4;

Fig. 5). One explanation for this apparent offset in the two

measures is that wood and foliage growth lags behind canopy

Fig. 1 – Cumulative net ecosystem C exchange (NEE) by the

UMBS forest, 1999–2003. Negative fluxes represent carbon

uptake while positive fluxes indicate carbon loss. Net

ecosystem production, the annual sum of NEE, is also

presented (NEPM = Mg C haS1 yearS1).

Fig. 2 – Biometric net ecosystem production (NEPB)

compared to meteorological net primary production

(NEPM) for the UMBS forest, 1999–2003. Dashed line

illustrates the 1:1 relationship.

Fig. 3 – The effect of mean growing season photon flux

density (PPFD) on meteorological net primary production

(NPPM; A) and biometric net primary production (NPPB; B).

Annual NPPM is plotted against PPFD from that year, while

annual NPPB is plotted against PPFD from the previous

year (NPPM: r2 = 0.53, y = 0.97 + 0.015x; and NPPB: r2 = 0.57,

y = 1.86 + 0.012x).

Fig. 4 – The relationship between annual heterotrophic soil

respiration (Rh) and mean annual soil temperature (Ts) at

UMBS, 1999–2003 (r2 = 0.71; y ¼ 4:79þ 4:15E� 78 e20:18Ts ).
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photosynthesis. That is, not all assimilated C was allocated to

growth in any given year. Our biometric and meteorological

data support this suggestion. In 2001 and 2002, aboveground

growth began prior to positive canopy photosynthesis (Fig. 6).

Post-growth canopy photosynthesis was 1.86 and 2.37 Mg

C ha�1 in 2001 and 2002, respectively, accounting for >25% of

annual NPPM. These results suggest that C assimilated late in

the growing season was allocated to early season growth the

following year. While our results support a lag between

canopy photosynthesis and wood growth, uncertainty in these

fluxes makes estimates of the timing and magnitude of this

offset imprecise. For example, we used indirect approaches to

estimate heterotrophic soil respiration, a flux required to

calculate canopy photosynthesis and NPPM, and wood growth,

which may not fully account for seasonal changes in these C

fluxes.

3.6. Convergence of carbon storage estimates

The agreement between biometric and meteorological C

storage estimates improved substantially when compared

over multiple years (Fig. 7). We calculated cumulative NEPM

from continuous meteorological measurements, and approxi-

mated continuous cumulative NEPB from measured annual

NEPB and weekly growth and canopy photosynthesis observa-

tions during 2001 and 2002. This assessment suggests that

cumulative NEPB trended upward prior to NEPM in the late

spring due to a 2–3 weeks offset between growth and canopy

photosynthesis. The multi-year convergence of C storage

estimates resulted from converging growth (NPPB) and net

canopy photosynthesis (NPPM) estimates, which differed by

<1% over 5 years (32.6 Mg C ha�1 versus 32.7 Mg C ha�1;

Table 2, Fig. 1). Biometric and meteorological C storage

estimates differed by 74% after the first year, but by <1% over

5 years (7.63 Mg C ha�1 versus 7.54 Mg C ha�1, respectively;

Fig. 7).

4. Discussion

4.1. Net primary production and ecosystem carbon storage

Mean annual NPP in the UMBS forest (6.54 Mg C ha�1 year�1)

was very similar to that of other aspen-dominated forests,

Fig. 5 – Biometric net primary production (NPPB) compared

to meteorological net primary production in the previous

year (NPPM) for the UMBS forest (r2 = 0.45; y = 3.45 + 0.47x).

Each annual NPPB estimate is offset 1-year from the

corresponding NPPM estimate.

Fig. 6 – Aboveground woody mass production (DMa) and net

canopy photosynthesis (Pc) during the 2001 and 2002

growing seasons. Pc = NPPB = NEPM + Rh on a daily

timestep. Vertical dashed line indicates the date on which

90% of the total cumulative DMa was achieved (2001 = day

226; 2002 = day 232). Leaf expansion began nearly 20 days

earlier in 2001 than in 2002 when mean annual air

temperatures were �1 8C warmer.

Fig. 7 – Cumulative C storage based on meteorological and

biometric measurements. Meteorological C storage (NEPM)

was based on continuous eddy-covariance

measurements. Continuous biometric C storage (NEPM)

was estimated from measured annual C storage (closed

circles) and �weekly growth measurements during the

2001, 2002 growing seasons. NEPB and NEPM differed by

74, 18, 17, 5 and 1% after 1, 2, 3, 4 and 5 years, respectively.
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such as a 74-year-old aspen forest in Saskatchewan

(6.75 Mg C ha�1 year�1) and an uneven-aged aspen-dominated

stand in Wisconsin (5.11 Mg C ha�1 year�1; Curtis et al., 2002;

Griffis et al., 2004). We found that fine root litter production

was the largest component of NPP (41%) and detritus

production was twice that of the live mass increment. The

relative contribution of C pools to annual NPP was similar to

that found in a north-central Wisconsin forest, where fine root

litter production comprised 35% of NPP and detritus made up

nearly two-thirds of annual C production (Curtis et al., 2002).

Our annual fine root litter production of 2.69 Mg C ha�1 year�1

was much higher than that reported for a 60-year-old aspen

stand in Canada (0.43 Mg C ha�1 year�1; Steele et al., 1997) and

an uneven-aged forest in Wisconsin (1.8 Mg C ha�1 year�1;

Curtis et al., 2002). However, our estimated aboveground NPP

of 3.39 Mg C ha�1 year�1 is within the range of 2.16–

3.52 Mg C ha�1 year�1 reported for other aspen forests (Gower

et al., 1997; Hansen et al., 2000; Curtis et al., 2002; Burrows

et al., 2003).

The UMBS forest was a consistent C sink from 1999 to 2003,

with annual C storage ranging from 0.80 to 1.98 Mg

C ha�1 year�1 depending on the year and estimation method.

This range is comparable to other northern deciduous forests,

such as the mixed hardwood forests of central Massachusetts

(Barford et al., 2001) and north-central Wisconsin (Curtis et al.,

2002), and aspen and maple-dominated forests of southern

Ontario (Lee et al., 1999). Our average C storage rate of

1.52 Mg C ha�1 year�1 compares reasonably well with the

Birdsey and Heath (1995) inventory-based estimate of

2.3 Mg C ha�1 year�1 for forests in the northeastern U.S., and

the Pregitzer and Euskirchen (2004) biometric-based estimate

of 1.9 Mg C ha�1 year�1 for temperate forests of similar age.

However, our average annual C storage estimate is only half

that reported for a single year in an aspen-dominated stand in

Saskatchewan (Griffis et al., 2004).

Our results suggest that relatively minor shifts in annual

light and temperature conditions can have substantial impacts

on annual C storage by affecting the rate of forest C uptake and

loss. Because NEP is the small difference between growth or net

photosynthetic C uptake (NPP) and C losses from heterotrophic

respiration (Rh), a minor shift in annual C gains or losses could

severely alter the net carbon balance. For example, a

10 mmol m�2 s�1 change in mean growing season PPFD was

correlated with a change of �0.14 Mg C ha�1 year�1 in NPP.

Previous work at our site has shown that instantaneous gross

canopy photosynthesis and PPFD were well correlated (Schmid

et al., 2003), suggesting that PPFD is a good predictor of both

instantaneous and annual C assimilation rates at UMBS. These

data support other studies linking the light environment to both

instantaneous and annual C storage in northern deciduous

forests (Goulden et al., 1996; Lee et al., 1999; Rocha et al., 2004). In

contrast to canopy C gains, soil C losses were positively

correlated with relatively small changes in annual Ts. Annual

Rh variedby0.85 Mg C ha�1 year�1 acrossa meanannualTs span

of 1.3 8C. Soil temperature is the primary driver of Rs from

diurnal to annual scales (Hanson et al., 1993; Law et al., 1999;

Smith et al., 2003; Curtis et al., 2005; Euskirchen et al., 2006). This

sensitivity of NPP and Rh to subtle changes in PPFD and Ts

suggests that even minor changes in future climate may alter C

storage at UMBS.

4.2. Convergence of biometric and meteorological carbon
storage estimates

Short-term biometric and meteorological C storage estimates

often exhibit rather poor agreement. Meteorological C storage

estimates were 12% lower to 129% higher than biometric based

estimates across five deciduous forests in the eastern U.S.

(Curtis et al., 2002; Ehman et al., 2002). Granier et al. (2000)

estimated nearly 100% greater annual C storage by a European

beech forest from biometric observations compared with

meteorological data. However, improved agreement between

methods was observed when 8 years of data were compared at

Harvard Forest (Barford et al., 2001). Our two estimates of

forest C storage, NEPB and NEPM, differed by 13% to 148% when

compared on an annual basis. Cumulative NEPB and NEPM

differed by 74% after the first year, but by 18, 17, 5, and 1% over

2, 3, 4 and 5-year increments, respectively. The convergence of

NEPB and NEPM over 5 years suggests that several years of

measurements may be required to make robust estimates of C

storage (Barford et al., 2001; Baldocchi, 2003).

Our results additionally suggest that annual biometric and

meteorological C storage estimates are poorly correlated

because of temporal offsets between photosynthesis and

growth. Such offsets occur when photosynthate is allocated to

storage carbohydrates rather than growth (Arneth et al., 1998;

Barford et al., 2001; Sampson et al., 2001; Hoch et al., 2003). For

example, stored labile C was critical to loblolly pine (Pinus taeda

L.) growth during the early growing season, and starch

accumulation by sugar maple in late summer was vital for

early spring growth (Sampson et al., 2001; Wong et al., 2003).

Seasonal variability in tree ring 13C/12C also strongly suggests a

reliance of early season growth on storage carbohydrates

(Helle and Schleser, 2004).

Our data provide two lines of evidence in support of a lag

between photosynthesis and growth. First, the initiation of

growth preceded positive net canopy CO2 uptake by �2–3

weeks in the spring and >25% of annual C assimilation

occurred after growth had effectively ceased in the autumn.

These results suggest that C assimilated late in the growing

season was allocated to early-season growth the following

year and supports earlier proposals that C allocation to storage

carbohydrates rather than growth obscures agreement

between annual NEPB and NEPM (Barford et al., 2001; Curtis

et al., 2002; Ryan, 2002). Second, annual NPPB (i.e., growth) was

moderately correlated with prior-year NPPM (i.e., photosynth-

esis) and prior-year PPFD, suggesting that PPFD had an

immediate effect on canopy photosynthesis, but a delayed

effect on growth. This is consistent with our understanding of

environmental constraints on canopy-level C uptake. Rapid

fluctuations in NEE due to changes in the light environment

are well documented (Wofsy et al., 1993; Chen et al., 2002;

Schmid et al., 2003; Loescher et al., 2003). While an annual lag

between growing season PPFD and growth has not previously

been reported to our knowledge, multi-year lags between

environmental stimuli such as drought and growth have been

reported from tree ring studies (Orwig and Abrams, 1997;

Pederson, 1998). Although tree-level studies support a lag

between photosynthesis and growth, the timing of this offset

was quantified with limited precision because estimates of

canopy photosynthesis and wood growth are highly uncertain.
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Also, we note that the temporal lag between canopy photo-

synthesis and forest growth was inferred from a single

pool, aboveground wood, because we did not measure the

growth of other pools at the same high temporal resolution.

However, monthly measurements of fine root growth and

more frequent analyses of leaf area index do not indicate that

changes in wood growth were offset by growth of other plant

tissues.

Our data also suggest that interannual variation in the

timing of photosynthesis and growth was related to tempera-

ture-driven changes in canopy phenology. Cooler tempera-

tures in 2002 than in 2001 resulted in a considerably later leaf

expansion date (by 20 days), which corresponded with delayed

initiation of both photosynthesis and growth. Despite a later

leaf expansion date in 2002, leaf abscission occurred later in

the season and a higher Almax prolonged and augmented

canopy photosynthesis, resulting in greater NPPM in 2002. Air

temperature is an important regulator of leaf phenology and

associated live mass production and C storage in other forests

as well (Goulden et al., 1996; Baldocchi and Meyers, 1998;

Baldocchi et al., 2001; Rotzer et al., 2004).

4.3. Uncertainty analysis

Biometric C storage estimates are not free of error, in part

because of the spatial variability associated with C mass and

also because many C fluxes are not directly measured, but are

derived from allometric relationships (Clark et al., 2001).

Uncertainty analyses provide an important constraint on C

storage estimates and are useful in modeling efforts and

comparative analyses (Clark et al., 2001). While the statistical

confidence in our estimates was variable (CV = 5–341%), levels

of uncertainty were comparable to those reported for other

forests (Clark et al., 2001; Ehman et al., 2002). On average,

confidence in the woody mass increment (DL; CV = 6%) was

higher than for other pools. Annual DL for aspen, the dominant

forest component, was estimated from allometric equations

developed onsite. We also found very good agreement

between Mb estimated from root sampling and that estimated

from allometry (�1% difference). However, not all of the

allometric models used to estimate DL were developed at

UMBS, potentially resulting in biased estimates (King et al.,

1999; Clark et al., 2001). The magnitude of this potential bias is

unknown, but Clark et al. (2001) suggested that using off-site

allometric equations could alter NPP by as much as 20%. Also,

these allometric relationships do not take into account

seasonal changes in wood C concentration that may occur.

Uncertainty associated with leaf litter production (Mll;

CV = 9%) and herbivory (H; CV = 14%) was fairly low as well,

reflecting the low variability among plots in the case of leaf

litter and among methodologies in the case of herbivory. The

highest rates of uncertainty were in woody debris production

(Mfd + Mcd; CV = 341%), principally resulting from high varia-

bility among coarse debris sampling plots. We may have not

adequately quantified annual variability in CWD production

because our surveys were conducted 3 years apart. However,

an independent assessment indicates that CWD production is

<0.1 Mg C ha�1 year�1 at our site, suggesting that our esti-

mates are reasonable (Gough et al., 2007b). Coarse woody

debris pools can be difficult to measure precisely due to the

heterogeneous distribution of forest floor detritus (Clark et al.,

2001; Ehman et al., 2002).

Methodological constraints universally limit the certainty

of below-ground C storage estimates (Clark et al., 2001). Our

fine root litter production uncertainty was modest (Mfr;

CV = 17%), resulting primarily from variability in the outcome

of the three approaches used to estimate annual fine root

turnover, kfr. The three methods produced estimates varying

from 0.27 to 0.65 year�1. These values generally fall within the

range reported for other northern deciduous forests (Hendrick

and Pregitzer, 1993; Gaudinski et al., 2001; Tierney and Fahey,

2002). kfr estimates for a deciduous forest in New Hampshire

varied from 0.30 to 0.86 year�1 depending on methodology

(Tierney and Fahey, 2001, 2002). Our average minirhizotron-

based kfr estimate of 0.30 year�1 is the same as that reported by

Tierney and Fahey (2002). However, minirhizotron-based

analyses may underestimate kfr since root death can be

difficult to determine from images (Johnson et al., 2001;

Tierney and Fahey, 2002). While we assumed N availability did

not vary annually in our calculations of kfr, our N mineraliza-

tion rates were similar to those reported for an adjacent forest

a year prior to our measurements (White et al., 2004). Our mass

balance-based estimates of kfr, which assume detritus inputs

are equal to soil C losses, were higher than those from

minirhizotron or available N approaches. However, mean kfr

(across methods) suggested that soil C losses were greater

than detritus inputs. If soil C losses exceeded inputs, we

should have observed a decrease in soil C over time. Although

we did not detect a change in mineral soil C in the top 20 cm, a

loss or gain of C below 20 cm nonetheless is possible. Small

changes in soil C are difficult to detect due to both sampling

and instrument limitations. For example, an annual change of

1% C in the top 1 m of the mineral soil would result in a

�1 Mg C ha�1 change in our annual C storage estimates.

Partitioning Rs into Rh and autotrophic soil respiration (Ra)

components is a critical step in biometric estimates of NEP

because C storage is the difference between NPPB and Rh.

Uncertainty in our Rh estimates was modest (CV = 17%) and

primarily originated from uncertainty in the empirical relation-

ship used to partition Rs into Rh and Ra. We estimated that

heterotrophic contributions to Rs were �50% using the

component integration method. This estimate agrees with

the summary value reported by Hanson et al. (2000) and is equal

to the assumed heterotrophic contribution to Rs used in other

estimates of forest C storage (Tate et al., 2000; Curtis et al., 2002;

Ehman et al., 2002). This simple partitioning does not take into

account seasonal variability in Rh due to changes in C substrate

inputs and environmental conditions (Randerson et al., 1996;

Lee et al., 2003; Gu et al., 2004). Clearly, improved techniques

that allow for less invasive monitoring of below-ground C pools

will lead to enhanced confidence in C storage estimates.

5. Conclusions

The aspen-dominated forests at UMBS are moderately

productive and a consistent sink for atmospheric C (NPP ffi
6.5 Mg C ha�1 year�1, NEP ffi 1.5 Mg C ha�1 year�1). However,

interannual variability in NEP was >100%. Mean growing

season PPFD and mean annual Ts were positively related to
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annual NPP and Rh, respectively, demonstrating that relatively

small changes in annual climate can affect rates of annual C

storage by altering ecosystem processes that collectively

regulate NEP. Canopy leaf phenology and seasonal patterns

of photosynthesis were also sensitive to variation in annual Ta.

Observed incongruities between biometric and meteorological

estimates of annual C storage resulted, in part, from a

temporal offset between canopy photosynthesis and growth.

However, these independent C storage estimates converged to

within <1% of each other after 5 years of observation. This

suggests that differences between annual biometric and

meteorological C storage estimates occur, in part, because

recently assimilated C is temporarily allocated to storage

rather than applied to current growth. Importantly, the long-

term convergence of biometric and meteorological C storage

estimates provides an essential cross-validation of these

independently derived estimates.

Acknowledgements

We thank Lucas Nave, Suparna Biswas, Brian Bovard, Rachel

Ryll, Miles Spathelf, Mark Kalnins, Kevin Wehrly, Kristen

Uthus, Chris Miller, Eleanor Fitzsimons, Jeremy King, Melissa

Pline, Matthew Cochran, Karen Brantman, Kyle Jones, Peter

Cowan, Kim Hunter, Ann Singsaas, Shane Lishawa, Chris

Sutterly and Claire Baldeck for their assistance in the field and

laboratory. We acknowledge the University of Michigan

Biological Station for facilities support. We appreciate the

thorough and thoughtful comments provided by two anon-

ymous reviewers and the editors of this special issue, Drs.

Jiquan Chen and Ken Davis. This research was supported by

the Office of Science, U.S. Department of Energy, through the

Midwestern Regional Center of the National Institute for

Global Environmental Change under Cooperative Agreements

no. DE-FC03-90ER610100, and by National Science Foundation

Biocomplexity Grant ATM-0119995.

r e f e r e n c e s

Aber, J.D., Melillo, J.M., Nadelhoffer, K.J., McClaughterty, C.A.,
Pastor, J., 1985. Fine root turnover in forest ecosystems in
relation to quantity and form of nitrogen availability: a
comparison of two methods. Oecologia 66, 317–321.

Arneth, A., Kelliher, F.M., McSeveny, T.M., Byers, J.N., 1998. Net
ecosystem productivity, net primary productivity and
ecosystem carbon sequestration in a Pinus radiata plantation
subject to soil water deficit. Tree Physiol. 18, 785–793.

Baldocchi, D.D., 2003. Assessing the eddy covariance technique
for evaluating carbon dioxide exchange rates of
ecosystems: past, present and future. Global Change Biol. 9,
479–492.

Baldocchi, D., Meyers, T., 1998. On using eco-physiological,
micrometeorological and biogeochemical theory to evaluate
carbon dioxide, water vapor and trace gas fluxes over
vegetation: a perspective. Agric. Forest Meteorol. 90, 1–25.

Baldocchi, D., Falge, E., Gu, L.H., Olson, R., Hollinger, D.,
Running, S., Anthoni, P., Bernhofer, C., Davis, K., Evans, R.,
Fuentes, J., Goldstein, A., Katul, G., Law, B., Lee, X.H., Malhi,
Y., Meyers, T., Munger, W., Oechel, W., Pilegaard, K.,
Schmid, H.P., Valentini, R., Verma, S., Vesala, T., Wilson, K.,

Wofsy, S., 2001. FLUXNET: a new tool to study the temporal
and spatial variability of ecosystem-scale carbon dioxide,
water vapor, and energy flux densities. Bull. Am. Meterol.
Soc. 82, 2415–2434.

Barford, C.C., Wofsy, S.C., Goulden, M.L., Munger, J.W., Pyle,
E.H., Urbanksi, S.P., Hutyra, L., Saleska, S.R., Fitzjarrald, D.,
Moore, K., 2001. Factors controlling long- and short-term
sequestration of atmospheric CO2 in a mid-latitude forest.
Science 294, 1688–1691.

Baumgardner, R.E., Lavery, T.F., Rogers, C.M., Isil, S.S., 2002.
Estimates of the atmospheric deposition of sulfur and
nitrogen species: clean air status and trends network, 1990–
2000. Environ. Sci. Technol. 36, 2614–2629.

Birdsey, R.A., Heath, L.S., 1995. Carbon changes in U.S. forests.
In: Joyce, L.A. (Ed.), Productivity of America’s Forests and
Climate Change. U.S. Department of Agriculture (USDA)
Forest Service, Rocky Mountain Forest and Range
Experiment Station, General Technical Report RM-GTR-271,
Fort Collins, CO, pp. 56–77.

Birdsey, R.A., Mickler, R.A., Hom, J., Heath, L.S., 2000. Summary
of prospective global change impacts on northern U.S.
forest ecosystems. In: Mickler, R.A., Birdsey, R.A., Hom, J.
(Eds.), Responses of Northern U.S. Forests to Environmental
Change. Springer, New York, USA, pp. 543–568.

Bolstad, P.V., Davis, K.J., Martin, J., Cook, B.D., Wang, W., 2004.
Component and whole-system respiration fluxes in
northern deciduous forests. Tree Physiol. 24, 493–504.

Burrows, S.N., Gower, S.T., Norman, J.M., Diak, G., Mackay, D.S.,
Ahl, D.E., Clayton, M.K., 2003. Spatial variability of
aboveground net primary production for a forested
landscape in northern Wisconsin. Can. J. Forest Res. 33,
2007–2018.

Cairns, M.A., Brown, S., Helmer, E.H., Baumgardner, G.A., 1997.
Root biomass allocation in the worlds upland forests.
Oecologia 111, 1–11.

Canadell, J.G., Mooney, H.A., Baldocchi, D.D., Berry, J.A.,
Ehleringer, J.R., Field, C.B., Gower, S.T., Hollinger, D.Y.,
Hunt, J.E., Jackson, R.B., Running, S.W., Shaver, G.R., Steffen,
W., Trumbore, S.E., Valentini, R., Bond, B.Y., 2000. Carbon
metabolism of the terrestrial biosphere: a multitechnique
approach for improved understanding. Ecosystems 3, 115–
130.

Chen, J.Q., Falk, M., Euskirchen, E., Suchanek, T.H., Ustin, S.L.,
Bond, B.J., Brosofske, K.D., Phillips, N., Bi, R.C., 2002.
Biophysical controls of carbon flows in three successional
Douglas-fir stands based on eddy-covariance
measurements. Tree Physiol. 22, 169–177.

Ciais, P., Tans, P.P., Trolier, M., White, J.W.C., Francey, R.J., 1995.
A large northern-hemisphere terrestrial CO2 sink indicated
by the C-13/C-12 ratio of atmospheric CO2. Science 269,
1098–1102.

Clark, D.A., Brown, S., Kicklighter, D.W., Chambers, J.Q.,
Thomlinson, J.R., Ni, J., 2001. Measuring net primary
production in forests: concepts and field methods. Ecol.
Appl. 11, 356–370.

Cooper, A.W., 1981. Above-ground biomass accumulation and
net primary production during the first 70 years of
succession in Populus grandidentata stands on poor sites in
northern lower Michigan. In: West, D.C., Shugart, H.H.,
Botkin, D.B. (Eds.), Forest Succession: Concepts and
Application. Springer-Verlag, New York, p. 517.

Crow, T.R., Erdmann, G.G., 1983. Weight and volume equations
and tables for red maple in the Lake States. U.S. Forest
Service Research Paper. NC-242, p. 14.

Curtis, P.S., Hanson, P.J., Bolstad, P., Barford, C., Randolf, J.C.,
Schmid, H.P., Wilson, K.B., 2002. Biometric and eddy-
covariance based estimates of annual carbon storage in five
North American deciduous forests. Agric. Forest Meteorol.
113, 3–19.

a g r i c u l t u r a l a n d f o r e s t m e t e o r o l o g y 1 4 8 ( 2 0 0 8 ) 1 5 8 – 1 7 0168



Author's personal copy

Curtis, P.S., Vogel, C.S., Gough, C.M., Schmid, H.P., Su, H.-B.,
Bovard, B.D., 2005. Respiratory carbon losses and the
carbon-use efficiency of a northern hardwood forest, 1999–
2003. New Phytol. 167, 437–456.

Ehman, J.L., Schmid, H.P., Grimmond, C.S.B., Randolph, J.C.,
Hanson, P.J., Wayson, C.A., Cropley, F.D., 2002. An initial
intercomparison of micrometerological and ecological
inventory estimates of carbon exchange in a mid-latitude
deciduous forest. Global Change Biol. 8, 575–589.

Euskirchen, E.S., Pregitzer, K.S., Chen, J., 2006. Carbon fluxes in a
young, naturally regenerating, jack pine ecosystem. J.
Geophys. Res. Atmos. 111 (D1): Art. No. D01101.

Fan, S., Gloor, M., Mahlman, J., Pacala, S., Sarmiento, J.,
Takahashi, T., Tans, P., 1998. A large terrestrial carbon sink
in North America implied by atmospheric and oceanic
carbon dioxide data and models. Science 282, 442–446.

Gaudinski, J.B., Trumbore, S.E., Davidson, E.A., Cook, A.C.,
Markewitz, D., Richter, D.D., 2001. The age of fine-root
carbon in three forests of the eastern United States
measured by radiocarbon. Oecologia 129, 420–429.

Gough, C.M., Vogel, C.S., Harrold, K., George, K., Curtis, P.S.,
2007a. The legacy of harvest and fire on ecosystem carbon
storage in a north temperate forest. Global Change Biology
13, 1935–1949.

Gough, C.M., Vogel, C.S., Kazanski, C., Nagel, L., Flower, C.E.,
Curtis, P.S., 2007b. Coarse woody debris and the carbon
balance of a north temperate forest. Forest Ecology and
Management 244, 60–67.

Goulden, M.L., Munger, J.W., Fan, S.-M., Daube, B.C., Wofsy, S.C.,
1996. Exchange of carbon dioxide by a deciduous forest:
response to interannual climate variability. Science 271,
1576–1578.

Gower, S.T., Vogel, J.G., Norman, J.M., Kucharik, C.J., Steele, S.J.,
Stow, T.K., 1997. Carbon distribution and aboveground net
primary production in aspen, jack pine, and black spruce
stands in Saskatchewan and Manitoba, Canada. J. Geophys.
Res.: Atmos. 102, 29029–29041.

Granier, A., Ceschia, E., Damesin, C., Dufrene, E., Epron, .D.,
Gross, P., Lebaube, S., Le Dantec, V., Le Goff, N., Lemoine, D.,
Lucot, E., Ottorini, J.M., Pontailler, J.Y., Saugier, B., 2000.
The carbon balance of a young beech forest. Funct. Ecol. 14,
312–325.

Griffis, T.J., Black, T.A., Gaumont-Guay, D., Drewitt, G.B., Nesic,
Z., Barr, A.G., Morgenstern, K., Kljun, N., 2004. Seasonal
variation and partitioning of ecosystem respiration in a
southern boreal aspen forest. Agric. Forest Meteorol. 125,
207–223.

Gu, L.H., Post, W.M., King, A.W., 2004. Fast labile carbon
turnover obscures sensitivity of heterotrophic respiration
from soil to temperature: a model analysis. Global
Biogeochem. Cycle 18 (Art. no. GB1022).

Gurney, K.R., Law, R.M., Denning, A.S., Rayner, P.J., Baker, D.,
Bousquet, P., Bruhwiler, L., Chen, Y.H., Ciais, P., Fan, S.,
Fung, I.Y., Gloor, M., Heimann, M., Higuchi, K., John, J., Maki,
T., Maksyutov, S., Masarie, K., Peylin, P., Prather, M., Pak,
B.C., Randerson, J., Sarmiento, J., Taguchi, S., Takahashi, T.,
Yuen, C.W., 2002. Towards robust regional estimates of CO2

sources and sinks using atmospheric transport models.
Nature 415, 626–630.

Hansen, A.J., Rotella, J.J., Kraska, M.P.V., Brown, D., 2000. Spatial
patterns of primary production in the Greater Yellowstone
ecosystem. Landsc. Ecol. 15, 505–522.

Hanson, P.J., Wullschleger, S.D., Bohlman, S.A., Todd, D.E., 1993.
Seasonal and topographic patterns of forest floor CO2 efflux
from an upland oak forest. Tree Physiol. 13, 1–15.

Hanson, P.J., Edwards, N.T., Garten, C.T., Andrews, J.A., 2000.
Separating root and soil microbial contributions to soil
respiration: a review of methods and observations.
Biogeochemistry 48, 115–146.

Hart, S.C., Stark, J.M., Davidson, E.A., Firestone, M.K., 1994.
Nitrogen mineralization, immobilization, and nitrification.
In: Weaver, R.W., Angle, J.S., Bottomley, P.J., Bezdicek, D.F.,
Smith, M.S., Tabatabai, M.A., Wollum, A.G. (Eds.), Methods
of Soil Analysis. Part 2: Microbiological and Biochemical
Properties. Soil Science Society of America, Madison, WI,
USA, pp. 985–1018.

Helle, G., Schleser, G.H., 2004. Beyond CO2-fixation by Rubisco—
an interpretation of 13C/12C variations in tree rings from
novel intra-seasonal studies on broad-leaf trees. Plant Cell
Environ. 27, 367–380.

Hendrick, R.L., Pregitzer, K.S., 1993. Patterns of fine
root mortality in 2 sugar maple forests. Nature 361,
59–61.

Hoch, G., Richter, A., Korner, Ch., 2003. Non-structural carbon
compounds in temperate forest trees. Plant Cell Environ. 26,
1067–1081.

Hocker, Jr., H.W., Early, D.J., 1983. Biomass and leaf area
equations for northern forest species. New Hampshire
Agricultural Experiment Station University of New
Hampshire Research Report 102, p. 27.

Johnson, M.G., Tingey, D.T., Phillips, D.L., Storm, M.J., 2001.
Advancing fine root research with minirhizotrons. Environ.
Exp. Bot. 45, 263–289.

Ker, M.F., 1980. Tree biomass equations for seven species in
southwestern New Brunswick. Canadian Forest Service
Maritime Forest Research Center Information Report. M-X-
114, p. 18.

King, J.S., Albaugh, T.J., Allen, H.L., Kress, L.W., 1999. Stand-level
allometry in Pinus taeda as affected by irrigation and
fertilization. Tree Physiol. 19, 769–778.

Koerper, G., 1977. The aboveground biomass and annual net
production of bigtooth aspen (Populus grandidentata Michx.)
on three soil types in northern lower Michigan. M.S. Thesis.
University of Michigan, Ann Arbor, MI.

Law, B.E., Ryan, M.G., Anthoni, P.M., 1999. Seasonal and annual
respiration of ponderosa pine ecosystem. Global Change
Biol. 5, 169–182.

Law, B.E., Sun, O.J., Campbell, J., Van Tuyl, S., Thornton, P.E.,
2003. Changes in carbon storage and fluxes in a
chronosequence of ponderosa pine. Global Change Biol. 9,
510–524.

Lee, X., Fuentes, J.D., Staebler, R.M., Neumann, H.H., 1999. Long-
term observation of the atmospheric exchange of CO2 with
a temperate deciduous forest in southern Ontario, Canada.
J. Geophys. Res. 104, 15975–15984.

Lee, M.S., Nakane, K., Nakatsubo, T., Koizumi, H., 2003. Seasonal
changes in the contribution of root respiration to total soil
respiration in a cool-temperate deciduous forest. Plant Soil
255, 311–318.

Liming, F.G., 1957. Homemade dendrometers. J. Forest. 55,
575–577.

Loescher, H.W., Oberbauer, S.F., Gholz, H.L., Clark, D.B., 2003.
Environmental controls on net ecosystem-level carbon
exchange and productivity in a Central American tropical
wet forest. Global Change Biol. 9, 396–412.

Marra, J.L., Edmonds, R.L., 1994. Coarse woody debris and forest
floor respiration in an old-growth coniferous forest on the
Olympic Peninsula, Washington, USA. Can. J. Forest Res. 24,
1811–1817.

Orwig, D.A., Abrams, M.D., 1997. Variation in radial growth
responses to drought among species, site, and canopy
strata. Trees 11, 474–484.

Pederson, B.S., 1998. The role of stress in the mortality of
midwestern oaks as indicated by growth prior to death.
Ecology 79, 79–93.

Perala, D.A., Alban, D.H., 1994. Allometric biomass estimators
for aspen-dominated ecosystems in the Upper Great Lakes.
U.S. Forest Service Research Paper. NC-134, p. 38.

a g r i c u l t u r a l a n d f o r e s t m e t e o r o l o g y 1 4 8 ( 2 0 0 8 ) 1 5 8 – 1 7 0 169



Author's personal copy

Pregitzer, K.S., Euskirchen, E.S., 2004. Carbon cycling and
storage in world forests: biome patterns related to forest
age. Global Change Biol. 10, 2052–2077.

Raich, J.W., Nadelhoffer, K.J., 1989. Belowground carbon
allocation in forest ecosystems: global trends. Ecology 70,
1346–1354.

Randerson, J.T., Thompson, M.V., Malmstrom, C.M., Field, C.B.,
Fung, I.Y., 1996. Substrate limitations for heterotrophs:
Implications for models that estimate the seasonal
cycle of atmospheric CO2. Global Biogeochem. Cy. 10,
585–602.

Rocha, A.V., Su, H.-B., Vogel, C.S., Schmid, H.P., Curtis, P.S., 2004.
Photosynthetic and water use efficiency responses to
diffuse radiation by an aspen-dominated northern
hardwood forest. Fores. Sci. 50, 793–801.

Rotzer, T., Grote, R., Pretzsch, H., 2004. The timing of bud
burst and its effect on tree growth. Int. J. Biometeorol. 48,
109–118.

Ryan, M.G., 2002. Canopy processes research. Tree Physiol. 22,
1035–1043.

Sampson, D.A., Johnsen, K.H., Ludovici, K.H., Albaugh, T.J.,
Maier, C.A., 2001. Stand-scale correspondence in empirical
and simulated labile carbohydrates in loblolly pine. Forest.
Sci. 47, 60–68.

Schmid, H.P., 1994. Source areas for scalars and scalar fluxes.
Bound. Layer Meteor. 67, 293–318.

Schmid, H.P., 1997. Experimental design for flux measurements:
matching scales of observations and fluxes. Agric. Forest
Meteorol. 87, 179–200.

Schmid, H.P., Lloyd, C.R., 1999. Spatial representativeness and
the location bias of flux footprints over inhomogenous
areas. Agric. Forest Meteorol. 93, 195–209.

Schmid, H.P., Grimmond, C.S.B., Cropley, F., Offerle, B., Su, H.-B.,
2000. Measurements of CO2 and energy fluxes over a mixed
hardwood forest in the mid-western United States. Agric.
Forest Meteorol. 103, 357–374.

Schmid, H.P., Su, H.-B., Vogel, C.S., Curtis, C.S., 2003. Ecosystem-
atmosphere exchange of carbon dioxide over a mixed
hardwood forest in northern lower Michigan. J. Geophys.
Res. 108 (Art. No. 4417).

Schmitt, M.D.C., Grigal, D.F., 1981. Generalized biomass
estimation equations for Betula papyrifera Marsh. Can. J.
Forest Res. 11, 837–840.

Smith, K.A., Ball, T., Conen, F., Dobbie, K.E., Massheder, J., Rey,
A., 2003. Exchange of greenhouse gases between soil and
atmosphere: interactions of soil physical factors and
biological processes. Eur. J. Soil Sci. 54, 779–791.

Steele, S.J., Gower, S.T., Vogel, J.G., Norman, J.M., 1997. Root
mass, net primary production and turnover in aspen, jack

pine and black spruce forests in Saskatchewan and
Manitoba, Canada. Tree Physiol. 17, 577–587.

Tate, K.R., Scott, N.A., Parshotam, A., Brown, L., Wilde, R.H.,
Giltrap, D.J., Trustrum, N.A., Gomez, B., Ross, D.J., 2000. A
multi-scale analysis of a terrestrial carbon budget—is New
Zealand a source or sink of carbon? Agric. Ecosyst. Environ.
82, 229–246.

Ter-Michaelian, M.T., Korzukhin, M.D., 1997. Biomass equations
for sixty-five North American tree species. Forest Ecol.
Manage. 97, 1–24.

Tierney, G.L., Fahey, T.J., 2001. Evaluating minirhizotron
estimates of fine root longevity and production in the
forest floor of a temperate broadleaf forest. Plant Soil 229,
167–2001.

Tierney, G.L., Fahey, T.J., 2002. Fine root turnover in a
northern hardwood forest: a direct comparison of
radiocarbon and minirhizotron methods. Can. J. For. Res. 32,
1692–1697.

Tierney, G.L., Fahey, T.J., Groffman, P.M., Hardy, J.P., Fitzhugh,
R.D., Driscoll, C.T., Yavitt, J.B., 2003. Global Change Biol.
Environmental control of fine root dynamics in a northern
hardwood forest 9, 670–679.

USDA Forest Service, 2001. Forest Inventory Analysis (FIA).
USDA Forest Service, Washington, DC.

Waring, R.H., Schlesinger, W.H., 1985. Forest Ecosystems:
Concepts and Management. Academic Press, New York, pp.
340.

White, L.L., Zak, D.R., Barnes, B.V., 2004. Biomass accumulation
and soil nitrogen availability in an 87-year-old Populus
grandidentata chronosequence. Forest Ecol. Manage. 191,
121–127.

Wiant, H.V., Sheetz, C.E., Colaninno, A., DeMoss, A., Castaneda,
F., 1977. Tables and procedures for estimating weights of
some Appalachian hardwoods, West Virginia. Agric. Exp.
Stat. Bull. 659, 36.

Winkler, J.P., Cherry, R.S., Schlesinger, W.H., 1996. The Q10
relationship of microbial respiration in a temperate forest
soil. Soil. Biol. Biochem. 28, 1067–1072.

Wofsy, S.C., Goulden, M.L., Munger, J.W., Fan, S.-M., Bakwin,
P.S., Daube, B.C., Bassow, S.L., Bazzaz, F.A., 1993. Net
exchange of CO2 in a mid-latitude forest. Science 260,
1314–1317.

Wong, B.L., Baggett, K.L., Rye, A.H., 2003. Seasonal patterns of
reserve and soluble carbohydrates in mature sugar maple
(Acer saccharum). Can. J. Bot. 81, 780–788.

Young, H.E., Ribe, J.H., Wainwright, K., 1980. Weight tables for
tree and shrub species in Maine. Life Sciences and
Agriculture Experiment Station, University of Maine at
Orono. Miscellaneous Report 230, 84 pp.

a g r i c u l t u r a l a n d f o r e s t m e t e o r o l o g y 1 4 8 ( 2 0 0 8 ) 1 5 8 – 1 7 0170


